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INNPEAVUCJIOBUE

<..Hauboiee PayuUoHAILHbLI
U Uenecoobpasiviii memoo uccredo6anus.
PA3HO00PA3US PACTNEHUTL U HCUBOTIHDLY ...
npoxooum uepes ycmanosieHue
NapariesusMa u 20 MOIOZULCCKUX
PAO0B USMEHUUBOCTNU >
H.N. BaBusios

YBaxkaembiit kosiieral [losgBierue HACTOSATIECH KHUTH BIOJIHE 3aKOHO-
MEPHO, MOCKOJIbKY B HEll TIPEATNPUHSATA MOTBITKA PA3BUTh 1 00OCHOBATH
KOHKPETHbIMU (l)aKTaMI/I TIpe/ICTaBJIEHNA O HOBOM HAYYHOM HAIIpaBJIEHUN —
MOMYJISTIHOHHON MEPOHOMUH, KOHTYPhI KOTOPO OB HAMEYEHBI B MOHO-
rpagun ogHOoro U3 aBTopoB — A.I. BacuibeBa — «DmHTeHETHYECKTE OCHO-
BBl (DEHETUKM: HA MYTU K HOMyJsIiinouHoi Meporomum» (2005). Hosas
KHHUTa ABJIACTCA UTOTOM MHOTOJETHUX COBMECTHBIX I/ICC]IGI[OB&HI/IfI, pas-
MBIIIJIEHUH U JUCKYCCHH aBTOPOB, KOTOPBIM TTOCYACTINBUIOCH HE TOJTBKO
CTaTh MYJKEM U JKEHOI ellle B CTY/ICHUYECKIE TOJIBI, HO M OKAa3aThCs B HAyKe
eIMHOMBITIIZIeHHUKaMU. CeTOHST HEBO3MOKHO Pa3/leInTh aBTOPCTBO TEX
WJTH WHBIX UIell NI Pa3/iesioB KHUTH, TOCKOJIBKY 9TO CILTaB OOIINX 3aMbIC-
JIOB U UX MpaKkTuueckas peaausaius. bosee 30 jeT moHaI00UI0CH aBTO-
pam, 4TOObI IPUATH K TEM TTOJIOKEHISIM, KOTOPbBIE 3/1eCh U3JIOKEeHBI, 113
ATOTO BOBCE HE CJIEIyeT, YTO HAITU MaTepuasbl yctapead. [losyauTs ocHOB-
HYIO YacThb MaTepraIoB OTHOMY 13 aBTopoB — M. A. BacuibeBoit — ymanoch
OYKBaJIBHO 32 YETBIPE MOCTEAHNUX To/1a. VI XOTsI TPYIAHO MOBEPUTH, HO 9TO
[[eﬁCTBI/ITCJIbHO COBEPHIEHHO HOBBIE JTaHHDbIE. BaMeTI/IM, YTO HAYyYHOE MUPO-
BO33peHNE He BO3HUKAET HAa TIyCTOM MECTe, U aBTOPaM MPUIILIOCH [0JTO
(BEPOSITHO, IOUTH BCIO CBOIO JKU3HB) TOTOBUTHCS K 3TOH pabore. OueBuj-
HO, UTO TaKOil 00beM PabOThl HEBO3MOKHO BBIITOJHUTH O€3 MTPUCYTCTBUS
«HAY4YHOTO a3apTa» B XOpOIIeM €T0 NOHUMaHUU. ﬂeﬁCTBI/ITCJIbHO, mnepBasa
TOTIBITKA MPUMEHUTDH TEXHOJIOTHUIO q)eHOTI/IHI/IpOBaHI/IH, (0] KOTOpOIL/,I MHOTO
HalmcaHo B 3TOH KHUTE, K I/IH[[I/IBI/II[yaJIbHOﬁ ANATHOCTUKE ABYX BU/IOB-
JBOWHUKOB OOBIKHOBEHHOM MoJIeBKU (CM. TyIaBy 9) oKazajiach HaCTOJIBKO
MHoroobemawoiieii, uto M.A. BacuibeBa ¢ HeTeplieHreM 0OKUIaMA KaxkK10-
rO HOBOTO pabovero JIHs st TPOBEIeHUsT (DEHETUIECKON KIaCCH(DUKATIII
BCE€ HOBBIX N HOBBIX KO]IJICKHI/Iﬁ TI0 JE€CATKaM BUIOB I'PBI3YHOB. MaTepI/Ia—
JIBI TI0 KQKJIOMY HOBOMY BHJIY CTPEMHUTEIHHO 00pabaThIBAIMCh M BKJIIOYA-
JIUCH B OOTIYIO CUCTEMY TAKCOHOMUYECKUX OTHOIIECHUI, U TTOUTH KasKIblil
pas ToJIOJKEHNE BU/IA B CHCTEME COOTBETCTBOBAIO MHTYUTUBHO OJKHUIACMO-
my. Tosbko 3a iepByto ososuny 2005 r. LA, BacusibeBa usyunia 6oee
30 BUIOB 1 BHYTPUBHUIOBHIX (hopMm. Kask1bil HOBBIN 0OBEKT MIPUIaBajl BCE
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GOJIBIITYI0 YBEPEHHOCTD B IPABUJIBHOCTH TOMOJIOTH3AINN (DeHOB HEMETPH-
YECKUX MPU3HAKOB TPBI3YHOB, HO OUEHD YaCTO Y BUa OOHAPYKUBAIUCH
HOBBIE TIPU3HAKU U UX (DEHBI, ¥ TIPUXOIUIIOCH BHOBD TPOCMATPUBATH YiKe
MpoKJaccUDUIMPOBAHHBIE PaHee MAaTEPUAIDI TT0 MPEBIIYIINM BUAAM 1
(opmam. B cBoto odepens Takast MOCTOSHHAS NTEPAIs KOJJIEKIHI T03BO-
Ji7Ia Bce TOYHEeEe U HaJlesKHee KaacCu(UIMPOBAaTh MaTepPUall, OTTaunBast
ocoboe Mopdosornueckre «BugeHne 00bEKTA», O KOTOPOM THCAT eTle
Kobdpya Cenr-Uimep. TTorpeboBaioch MHOTO JieT Ha (GOPMUPOBAHUE Ta-
KOTO MOP(MOJOTUUECKOTO «3PEHUST» U BCETO HECKOJIBKO HEABHUX JIET Ha
cosaanre WHGOPMAIIMOHHO 6a3bl IIsT MOHOTpaduH.

OO6cysk1ast TIOUTH €KeTHEBHBIE «MUKPOOTKPBITHSI», KOTOPBIE JIeJIaja
N.A. BacusibeBa, coaBTop nannoit Mmonorpaguu — A.T. BacuibeB — mocrte-
MIEHHO Pa3paboTaJ SMUTEHETHIECKIE OCHOBBI MOMYJISIIIHOHHO-MEPOHOMUYEC-
Kol KoHIenun deretTnku. B cBoro ouepens M.A. BacuibeBa mornuia gasbiie
¥ IPUMEHUJIA 9Ty KOHIIENTTUIO /TS (DEHETUUECKOTO PEleHNs 33a71ad MIKPO-
ABOJIIOTIMN Y CUCTEMATUKH, & TAKKe TIPEIJIOKIIIA UCTIOTH30BATH TEXHOJIOTHIO
MHOTOMEPHOTO (DEHOTUTTMPOBAHUS TTPU WHANBUAYAJBHON AUATHOCTUKE
dopm. TTocreneHHO, MIaT 3a MIaroM, BEICTPOUJIACH O0Ias KaPTHHA B3aUMOOT-
HOTIECHWH COBPEMEHHON (DEHETUKH, STMTUTEHETUKN U TOMYJISIUOHHON Mepo-
HOMUH, OITHCATh KOTOPYIO U OBLIO OCHOBHOI T[€JIbI0 HATIEH KHUTH,

[Tepen aBTOpaMy KHUTH CTOSJTA 33/1a9a TTOKA3aTh, YTO B OCHOBY (heHe-
TUKH CJeAyeT TOMENaTh He TEHOIEHTPUYECKNe U PeNYKIIMOHUCTCKUE
npejIcTaBJeHusT cHHTeTUYecKoi Teopuu aposonnu (CTI), a monokenus
XOJINCTUYECKOH anureHeTndYeckoi Teopun agomoruu (ITI) M.A. Iumm-
kuHa (1987, 2006) u He mpoTUBOpeyaIe UM acIieKThl HOMOTeHe3a, KOTO-
phie BeAyT K 000CHOBAHUIO ATIUTEHETHYECKON MTPUPOILI TPAHZUTUBHOTO TIO-
mumopdusma C.B. Metiena n ipe/isioskeHHON UM MepoHOMUU. [{pyrast Baxk-
Hast 33/1a4a 3aKJII09ATach B TOM, YTOOBI MOMBITATHCS HA JOCTATOUHO 6OJTb-
oM (haKTUIECKOM MaTepraie 060CHOBATh Ba)KHOCTh COUETAHUST PEYKITH-
OHUCTCKUX (AaHATUTHYECKUX) U KOMITO3UITMOHUCTCKUX (CHHTETHYECKUX )
TIOZIXO/IOB IIPU PEIEeHIN 33j1a4 (DEHETUKH U cucTeMaTuku. Hakownerr, B pam-
Kax JIaHHO! MOHOTPahUH MPeII0Iarajoch B pycJe MOy IsIIUOHHOI Mepo-
HOMUU MTPOJIEMOHCTPUPOBATH BO3MOKHOCTh KOCBEHHO PEIIATh HE TOJBKO
3aa4K 9BOJIOUOHHON Orosoruu passutus (Evo-Devo), Ho 1 cBA3aHHbBIE
C HUMU 9BOJIIOIMOHHO-9KOJOTMYECKIE TPOOIEMBI, KOTOPBIE CIEAYET OTYa-
CTU OTHECTH K HemasHo npososriaamedHoMmy C.MD. Tunbeprom (Gilbert,
2003; Gilbert, Bolker, 2003) HanpaBieHio — 9KOJIOTMYECKOIT 9BOJIOUOH-
Holl 6uosorun passutus (Eco-Devo). Bee aT0 mo3BosieT nepeiTut oT uc-
KJIIOUUTETHBHO PEIYKITHOHUCTCKOTO PACCMOTPEHUS U3MEHYIBOCTH OT/IEJb-
HBIX MOP(OJOTUYECKUX CTPYKTYP K BU3YATU3AIUN «ITTUT€HETUYECKOTO
JanamadTa TAKCOHOB», MHOTOMEPHOCTH MePOHA 1 MOP(OIIPOCTPAHCTBA,
I[eTOCTHOMY KOMITO3UIIMOHUCTCKOMY M3yYEHHI0 TAKCOHOMUYECKUX 1 (u-
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JIETUYECKUX OTHOIIEHWI, MCITOMb3ysl HOBbIE MHOTOMEPHBIE TEXHOJIOTUY (he-
HETUKHU 1 NOMYJISIIMOHHON MEPOHOMUM.

Bpewmst nzet Briepest 1 MpUHOCUT HOBBIE (DAKTBI, U3MEHSTONIHE 1 KOPPEK-
TUPYIONINE TEOPETUYECKNE TTPEJICTABIEHWS, TTOITOMY B3TJIS/IBI aBTOPOB He-
CKOJIBKO TPaHC(hOPMHUPOBATNCH 3a NOCAEAHNE TATh JieT. C 9TOH 1esbio B KHUTe
MOMEIIEHBI HEKOTOPbIE TTepepadOTaHHbIE U yTOYHEHHbBIE PA3/e/Ibl N3 KHUTH
AT’ Bacwbesa (2005), B KOTOPBIX ¢(hOPMYTUPOBAHDI KITIOUEBbIE TTPEICTABIIE-
HYs O (PeHETHKE W TOTTYJIAIIMOHHON MepOHOMIN. [ONO/IHEeHA HOBBIM MaTepu-
AJIOM ¥ TJIaBa, MOCBSIIEHHAS POGIeMaM MOJIEKYJIAPHON STTUTEHETHKMY.

ABTOPBI HAJIEIOTCS, YTO WJEH, MATEPUAJIBI M HOBBIE METO/IbI, M3JI0KEH-
HBIE B KHUTE, O3BOJISAT PACITUPHUTD NCCIEA0BATETbCKUE TPAHUIIBI (DeHEeTH-
KM OT TPaANIMOHHOTO BHYTPUBHU/IOTO YPOBHS M MPUBBIYHOTO PEYKIIMO-
HU3Ma /10 KOMITO3UIMOHHOTO U XOJMCTUYECKOTO PEIEHUS 3aa4 HaJBUI0-
BOW CHCTEMATUKH U 9BOJIOTIMOHHON 9KOJOTUH.

Baarogapuoctu. Beipaskaem riyGOKyTo TTPUBHATENLHOCTD TUPEKTOPY
NoPuK YpO PAH akanemuky B.H. BosbinakoBy 3a TOCTOSHHYIO TTOJIEDP-
JKKY HANINX HAYYHBIX YCTPEMJICHUI, 2 TAKKE COTPYAHUKAaM J1abopaTtopun
HBOJTIOIIMOHHON 9KOJIOTUH 32 COBMECTHBIE NCCIEA0BAHNS U TTOJIE3HBIE JINC-
kyccuu. Ocobyto GarogapHocTs BeipaskaeM 1.0.H. M. A. IITummkuHy 3a 1006-
posKesaTeIbHOE OTHOIMIEHUE K HATIMM MOMBITKAM WHTEPIPETHPOBATD MOJTY-
YeHHbBIE Pe3yJIbTaThl C MO3NINH CO3/[aHHON UM 3TUTEeHEeTUYeCKON Teopun
HBOJIOIIY U TEIIBIE CJIOBA, BBICKA3aHHBIE B HAII ajipec. MBI Garogapum
unena-kopp. PAH, npod. A.B. d6mokosa u unena-kopp. PAH, npod. B.M.
3axapoBa 3a MOCTOAHHBII MHTEPeC M BHUMAHUE K HATUM (heHETHYECKUM HC-
CJIEJIOBAHUAM, & TAKIKE 32 T0OPOKETATETBLHYIO KPUTUKY 1 MOJIE3HBIE COBETHI.

Burarogapum 3a mposiBieHHOE BHUMAHUE K Hatliel paboTe, KPUTHYECKUE
3aMeYaHust U KOHCTPYKTUBHOE 0OCY/KICHIE OTACTbHBIX BAKHBIX aCMIEKTOB
akanemuka PAH C.I. Mure-Beuromona, akagemuka PACXH B.A. /Iparasiesa,
unena-kopp. PAH, mpod. H.I. CmuproBa, 1.6.1., mpod. A.C. Cesepiiosa, 1.0.1H.,
upod. H.B. Tnorosa, 1.6.1., mpod. M.B. Muny, 1.6.1., npod. H.C. Pocrosy,
n.6.1. V.51, Tlasaunosa, B.C. Jlebenera, 1.6.1., mpod. 10.1. HoBoxeHosa,
1.6.1., mpod. O.A. JKuranbsckoro, 1.6.1., mpod. I.B. Illasgxruna, 1.6.H., mpod.
H.M. JTiobamesckoro, 1.0.H. B.J1. Crapuuenko, 1.0.H., npod. [.1. Tapuc,
1.6.1. JL.T. Tapumc, k.0.1. A.C. Bapanosa, k.0.1. A.B. Banenkoro, IO.K. Tanax-
TrOHOBA, 1.0.1. B.M. Edumosa, 1.6.1. B.1. @aneesa, 1.6.1., mpod. 0.C. Pas-
kuna, K.0.1. H.J1. Abpamcon, 1.0.1., mpod. D.B. Kpskumckoro, 1.6.4H., 1pod.
B.C. Besens, 1.6.1. B./I. Bormanosa, 1.6.1. E.JI. Bopo6eitunka, 1.0.1. B.I. Mo-
HaxoBa, 1.0.1. I.B. Onenesa, k.6.H. E.B. Ipuropkuny, 1.6.H. 5.J1. Bosbnepra,
1.6.1. E.I. Ilagpuny, 1.6.1., npod. B.IL. Crapuxosa, 1.6.H., mpod. /1.B. Tesarm-
sy, 1.0.1. M.I. Hudonrosy, 1.6.4. B.H. Ilosonotuny, 1.0.1. A.B. Tpanesuu-
KoBa, 1.0.H. 1.M. Xoxyrkuna, 1.0.H. B.I. Mmenko, k.6.1. ILU. IOmkosa, K.6.H.
B.A. O6ununy, k.6.1. K.W. Beparoruna, k.6.1. H.I. EBnokumosa, k.6.1. A.B. Bo-
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pomuna, k.6.H. TT.A. Kocuiiesa, k.0.1. V.A. Kysueroy, I.B. Boikosy, T.IT. Ko-
ypoBy, k.0.H. JLE. JTykbsrosy, k.0.H. H.C. Kopbrtuna, k.0.1. 10.JI. Buroposa,
k.0.H. M.B. Yubupsika, k.6.1. E.JO. 3axaposy, k.0.H. JI.JI. Boiita, k.0.H. H.B.
Cuneny, k.6.H. M.H. PaHIOK 1 MHOTHX JIPyTUX KOJLJIET, UbH MOJIE3HBIE COBETHI
U IPYsKecKas MOIEPsKKA TTOMOTIIH OCYIIECTBUTH HAIITy paboTy.

CunraeM CBOWM JIOJITOM BBICKA3aTh caMble HCKPEHHIME CJI0BA Oarogap-
HOCTH B a/ipec paHo yrreamux ot Hac akagemuka C.C. [1IBapiia, wiena-Kopp.
PAH C.A. Mamaesa, 1.6.1. J1.D. Cemeprikosa, k.0.1. A.B. TIokpoBcKoro, K.0.H.
B.B. Kopoubl, 1.0.1., npod. .A. Tusesoi, 1.6.1., npod. H.W. Jlapunoii, 1.6.4H.,
mpod. M.A. Mapsuna, 1.6.H. O.A. JykbsiHoBa, 1.0.H. B.T. Kpuoieesa, 1.0.H.,
npod. B.E. Cepreesa, 1.0.1. I0.T. IIserosa, 1.0.1., mpod. A.T. MajeeBoii.

Mbr1 GraroiapHbl HAIIM 0OPOBOIEHBIM MOMOTITHUKAM — CTYICHTaM U
acmupaHTaMm, deii TP/l BO MHOTOM COZIECTBOBAJ MOJTOTOBKE MaTEPUAJIOB
JUIST 9TOW KHUTH. 32 JTI00e3HO MPeIOCTABIEHHbIE KOJTEKITMOHHbBIE MaTepPUa-
JIBL JIJIST UCCJIEIOBAHMI, TOJIe3HbIe KOMMEHTAPUU U COBETHI OJIaT0[lapUM
1.0.1., mpod. AU Tenens (Tlepmckuii rocyrusepeuter), 1.6.H. 10.B. Pesu-
Ha, K.0.H. IO.A. JlykoBiiesa, 1.6.1. .M. Oxsonkosa (HCTUTYT OHOTIOTHE
kpuosmrozonbl AHIT CO PAH), 1.6.H. B.A. Kocrenko (BTN IBO PAH),
k.6.H. A.A. I[erkoBy (Dusman NI PAH, Caparos), n1.0.H. JL.H. TpyT,
n1.6.H. A.B. Ocamguyka u 1.6.1. JI.B. Ocaguyk (MITul’ CO PAH), k.6.H. A.B.
Bob6perosa (TTeuopo-Mibrackuii 6uochepnsiii sanoseaauk), H.C. TIpocky-
puny u E.A. TaiiBoponckyio (COXOHAMHCKUH TOC3ATIOBEHNK ), AaBCTPUHCKIX
koJuer gokropa Mpania Cyxentpynka (Dr. E Suchentrunk), nokropa ®@pu-
nepuky Inunen6eprep (Dr. E Spitzenberger) n Haimonasphbiii myseii Ec-
tectBerHoit ncropun Asctpun (Naturhistorisches Museum, Wien, Oster-
reich), nokropa Auny Banax (Dr. A. Banach) us Bapiunasckoro ynusepcure-
ta (Bapmasa, [Topina), a Takske mpod., noxropa lepmana Anzopre (Dr. H.
Ansorge) u3z Mysest ecrectBennoii ncropuu lepsuia (Tepaut, Tepmanus).
baarogapum corpynankos 3oosorudeckoro myses MIPuK YpO PAH,
3ooornueckoro My3sesi MOCKOBCKOTO YHUBEPCUTETA, 300JI0TMIECKOTO MY-
ses MCudJK CO PAH u ymuno 1.6.1. E.I. JKonreposckyio 3a 100poxera-
TeJIBHYIO TTOAZEPIKKY U PSIJT OY€Hb BAXKHBIX KOJIJIEKITMOHHBIX MaTEPHAJIOB,
JI06E3HO MPEIOCTABICHHBIX HAM JIJIST HCCIIEIOBAHMIA.

Marepuasbl MOHOTpad¥H MOATOTOBJIEHBI IPH Moaep:kKke Poccuiic-
koro (ouza pynnamentTanbubix nccaepoBanuii (rpant 07-04-00161_a),
[Tpesuanyma PAH (nporpamma «buosorndeckoe pasnoo6pasues ), mpo-
rpaMMbl pa3Butus Beaynmx Hayaabix mkosa (HI11-1022.2008.4) u nayuno-
obpaszoBaresbHbIX 1eHTPOB (KoHTpakT 02.740.11.0279), a Takske mporpam-
™Mbl [Ipesunnyma ¥YpO PAH 1o nnTerpanmioHHbIM ¥ MEKAUCITUTIINHAPHBIM
npoektam YpO, CO u /[BO PAH.

C ysadxcenuen,
HUpuna u Anexceii Bacunvegol



BBEJAEHHNE

«Hzmenuusocmv ecmv beckoneunvlil
UCTOUHUK MHO2000CUAI0UUX BONPOCOB>
IpHct Maiip
<«Teopuu nuxozoa ne cmposmes
us paxmos, 1o naobopom, paxmot
NONYUAIOM 0C8eUeHUE 6 Ceeme Meopul>
A.A. JTiobuiies

Ha nammx rirazax B XXI B. cTpeMUTENIbHO HAKOMUINCH 1 TIPOIOJIKAIOT
HAKAIJIUBAThCSI OTKPBITUSI B PA3HBIX 00J1aCTSIX OHOJIOTUH, YTO HEM3OEKHO
3aCTaBJIET IEPECMATPUBATH MHOTHIE TEOPETUYECKIE KOHCTPYKIINH, BKIIOYAsT
OCHOBBI IOMIHUPYIOIIEH Bepcun CHHTeTUYecKOl Teopun aBosrortu. Haun-
Hag ¢ 40-x rogos XX B. ¢ nogsiaenuem «Cospemennoro cunresa» (The
Modern Synthesis) — cunreTnueckoit Teopun sosoruu (CTI), niam Heo-
JapBUHU3MA, TPOU3OIILIHN CYIIECTBEHHAS TTOAMEHA U MOAM(DUKAIINST OCHOB
teopun Jlapsuna. CoBpeMeHHAas KpUTUKA TAPBUHU3MA B 3HAUNUTEIBHOM CTe-
[eHN HalleJieHa He Ha TeopeTndeckue nmocrpoenus camoro Y. /lapsumna, a,
CKOpee, Ha UX TPaKTOBKY B nmonnmanuu croponankoB CTI (Hazapos, 2005).
Konpaz Xan Youauarto (1970) 3210710 10 CETOAHSIITHETO 00PYIIEHIS
spanusg CTO obparui BHUMaHUE Ha 9TO 0OCTOATEIHCTBO U, B YACTHOCTH,
nucai: «Cleayer, 01HAKO, 3AMETUTD, YTO COBPEMEHHBIN OPTOLOKCATIHHBIN
HEOIAPBUHU3M, UCIOIB3YSI TY JKe (hPa3e0sIOTHIO, MI3MEHIIT CMBICT TIOUTH BCEX
CJIOB, TAK YTO B PE3YJIBTATe MOJYINIOCH HEUTO, CYIIECTBEHHO OTIMYAIONIEECS
OT TIpejicTaBjieHni, pa3puBaBiuxcs JlapsuHom» (c. 26).

[TocJie Toro, Kak HATIPABJIEHVE HEOMAPBIHU3MA YTPATUAIIO CBOU TPAIHITH-
OHHO JIMIUPYIOIINE TIO3UIIH, KOTOPBIE COXPAHSIIO BILIOTH /0 KoHia XX B.,
Cpeiv ONTIOHEHTOB YCUJTWJIACH JTMHUA HOMOoTeHe3a (cM. Yaiikosckuii, 2006,
2008) u Heomamapkuama (em. Ctun u ap., 2002; A610mKa, JTam6, 2003). Hauu-
Hast ¢ 1998 — 2000 rr. ocHoBHBIM oronerToM CTO aBIsIeTCS HOBOE HATIPAB-
aenne «Evo-Devos — aBosonornast buosiorus pazsutust (Evolutionary
Developmental Biology), koTopast He OTpHIIAET OCHOBHbBIE TAPBUHOBCKUE
IPE/ICTABJIEHNST, HO OOBEIANHSIET MOJIEKYJISIPHO-TEHETHUECKHE TTOIXObI C OM-
O6puonanbubiMu 1 Mopdorerernueckumu (Tunbepr u ap., 1997; Hall, 2000;
Gilbert, 2003; Salazar-Ciudad, Jernvall, 2004). K cosxaseruto, TpaguiinoHHOE
CTpeMJIEHUE OTIMPATHCST HA TEHOIIEHTPUYECKUH PETYKITHOHU3M U JIETEPMIU-
HU3M XapaKTEPHO U JJIst GOJBIINHCTBA CTOPOHHUKOB Evo-Devo, koTopbie
CTPEMSITCS UCKATD JKECTKIE MPUIUHHbBIE CBSI3U B IIETIOYKE TeH — TPU3HAK, Ha-
TIpUMEDP UCHOJIb3YA METO «HOKAYTa r€HOB», NJIN IIbITAIOTCA CTPOUTDH IETEPMU -
HHUCTCKUE IICTIOYKHN B BU/€ KOHIICIIITNY I'€HHbBIX ceTel. IIO CHUX ITIOPp CUCTEMHbDIE
[IPeICTABJICHKS B 9TOI 00J1aCTH 3HAHKS TOJIBKO IIBITAIOTCS TPOOUTD cebe 10po-
Iy U BeCbMa HEOXOTHO MTPUHUMAIOTCS] HAYYHBIM COOOIIECTBOM.
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Hapsmy ¢ aTuMu TJIaBHBIME HATIPABJACHUSIMU COBPEMEHHOU 9BOJTIO-
IMMUOHUCTUKY cymecTByeT npeniokennas M.A. umkwasim (1984, 1987,
1988, 2006) cucremMHas aMUTEHETHYECKAS TEOPUS IBOJIOIUN. JTA TEOPUS
BhITeKaeT u3 npezacrasaennii K.X. Yogaunrrona u .M. [lImansraysena u
commkaercs co sarasgaamu I1. OnbGepua (Alberch, 1980, 1982). Duurenern-
YyecKast Teopust oOpatiaer ocoboe BHUMaHKE Ha 1[EJIOCTHOCTh OHTOTEHe3a U
€ro yCTOWYMBOCTD, SKBU(PUHAIBLHOCT — CIIOCOOHOCTH TTPEOI0JIEBATD JeH-
CTBUE MUPOKOTO KPyTra BO3MYIAOIMNX (haKTOPOB KaK BHENTHEH, TaK 1
BHYTPEHHEN TPUPOJIBL. ITTUTEHEeTHIeCcKast Teopust sBoJoiun (ITI) pesko
kputukyet CTI, X0Ts 1 onmmpaeTcsi Ha MHOTHE JAPBUHOBCKHE TIOJIOKEHUS,
B YACTHOCTH MPEJIIOJIATAET TBOPUECKYIO POJIh ECTECTBEHHOTO 0TOOPA B TIe-
pecTpolike aMUTEHETUIECKON CUCTEeMbI. B TTocieHee BpeMs MOSBASIETCS
Bce Goubine cropouHnkos AT (Bacuibes, 1988, 2005; Tpoauuikuii,
2001a, 6; Pacuuimsig, 2002; TTosauakos, 2007).

YpoueHn1o aTUreHeTHIeCKON TeOPUH 3BOJIOINN BO MHOTOM CITO-
cobcTBYeT OypHOE PAa3BUTHE SITUTECHETUKHU (IMUTEHOMUKN) — 00JIaCTH MO-
JIEKYJISIPHOU OMOJIOTUH, U3yUAIOTIel TPOIECChl MOJIEKYISIPHON peryJis-
¥ HYHKIIMOHUPOBAHWS TeHOMA B XO/Ie KIeTOUHOU nuddepeHInpoBKu
u waauBuaAyansHoro pazsutus (Gilbert, 2003). TIpu aTOM, 0O1HAKO, MOJTE-
KYJISIPHBIE BIIUTEHETUKU 110 POIY CBOEH [esATENbHOCTH HEU30EKHO HC-
MOJTb3YIOT PEAYKIIMOHHBIE METO/bI UCCIEIOBAHUI W TPAMAUIIMOHHO HUCIIO-
BE/LYIOT T€HOIEHTPUYECKIE B3TJISI/Ibl, YHACIEIOBAHHbIE OT MOJIEKYJISIPHBIX
6uosoros XX B.

BakHO MOAUEPKHYTH, YTO IMUTEHETUIECKAST TEOPUST ABOJIIOIIH TIPE]I-
BOCXMUTHJIAa MHOTOe B pyciie «Evo-Devos. Hapsiny ¢ napsunHusmom, oHa
croco6HA OPTAaHUYHO BKIIOYUTH B ¢eOs MHOTHE TIOJIOKEHUST HOMOTEHE3a 1
JIAMAapKU3Ma 1 MOKET CJIY>KUTh OCHOBOI JIJIsSI CTAHOBJIEHUST HOBEHIIIETo 9BO-
JIOIUOHHOTO CHHTE3a, KOTOPBIN CJEAYET OMPEIeSUTh Kak co3aanne 0006-
nmennoi Teopuu aBoioiuu (OTI) nim B peiaraeMoit HaMU aHTJIUICKOT
tpanckpuniuu — General Evolutionary Theory (GET).

OueBUIHO, YTO HEOAAPBUHU3M KaK UCTOPIYECKU CIOKUBINASICS CUCTE-
Ma B3IIsA10B B pycie CTD, ocHoBaHHAST HA TOMYJISIIMOHHO-TEHETUYECKITX
MPeJICTaBICHUSX, TTO-MPEKHEMY COXPaHsIeT 3a COO0 BeAyIIHe TO3UIN B
MUPOBOI Hayke. CTOPOHHUKHN 3TOTO HAMPABJIEHUSI TNOO «HE 3aMeUatoT»
KPUTHKU B CBOH ajipec, 6O UTHOPUPYIOT paBGOThI OMIMOHEHTOB, & B JIYYIIEM
cJIydae yAaqyHo MOAUMUIMPYIOT M/Ief0 TEHHOTO TeTEPMUHU3MA, TIOPOKIAs,
KaK y’Ke OTMEYaJIOCh, TAKWE MTO3UTUBHBIE PEAYKITHOHICTCKIE H/IeN, KaK TeH-
uble cetn (Bergman, Seigal, 2003; Cycaos u ap., 2004). IIporpecc Moseky-
JIAPHOI GUOJIOTHU W CTAHOBJIEHUE COBPEMEHHOI 9BOJIIOIIMOHHO GHOMTOTHH
passurtus (Evo-Devo), pesickazanmbie etiie B cepeirie mponinoro seka b JI.
AcrayposbiM (1965, 1967), mokassIBaioT, 4TO MPEOIOIEHIE TTAPAUTMbI «I'e-
HOTIEHTPUYECKOTO JIETEPMUHU3Ma» YIKe TOCTATOYHO BIU3KO.
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HoBble BpemeHa PUHOCST U HOBBIE OTKPBITHSI, U TOCTEIIEHHO O/[HA
ujest cMeHsieT Apyryio. [IpencraBisieTcs, 4To KaK0€ BpeMsi 3aKOHOMEPHO
MOPOJKIAET CBOM HAYYHBIE KOHIIETIINHU, U B G0ph0E Uiel, KaK TPABUIIO, TO-
6eXIATOT Te U3 HUX, KOTOPbIe HOIBIE COOTBETCTBYIOT CYIIECTBYIONIEH B
MIPE/ICTABIEHUSIX COBPEMEHHUKOB «KapTuHe Mupay (JKepuxun, 1991; Yaii-
koBckuit, 2006; Mumkun, 2006). Coscem HegaBHO dMOpuoorus, no T.X.
Moprany, cBopiuach K HayKe, M3ydarolieii, BCero-HaBCcero, U3MeHEHHMEe 9KCTT-
peccuu reHoB, a aBoJrrorust, mo M.T. Toop:karckomy (T. Dobzhansky), mpex-
CTaBJIsiia COOOM JIMIIb M3MEHEHME YacTOT TeHOB. CETo/IHST 9TO KaXKeTCs Y-
BUTEJIHHBIM, HO 9TU «KOHIIETIINITY BIIOJHE CEPHE3HO BOCIIPUHUMAINCEH Ha-
CTPOEHHBIMU HA 3Ty MUPOBO33PEHYECKYIO BOJHY COBPEMEHHUKAMU 1 TIPUBE-
JIW K JUTATETLHOMY TOCTIO/ICTBY PEIYKITMOHUCTCKON TEHETUKHU U TIO/IABJICHUTIO
6uosorun passurus (Tuabepr u ap., 1997) u, Kak HU CTPAHHO, 0 CUX [IOP
MTPOIOJIKAIOT IOMUHUPOBATH B MUPOBO33PEHUYECKOM OTHOIIEHUH.

MHTEpecHO, 4TO JIOTHKA TOOEIb PEAYKIIHOHUCTCKOM MIeN «TeHay HaJl
XOJTUCTHYECKOM nieeit «MOp(HOTEHETHYECKOTO TOJIsl>» B M3BECTHOU Gophhe
T.X. Moprana ¢ am6puosioramu B 20 — 30-X To/1aX MPOILIOTO BeKa (CM.
TunGept u ap., 1997) GbLia «BIIOJIHE OMTpaBAaHa» JTOTHKOM Pa3sBUTHS HAYKH.
Nnest «<reHa» Kak mpocToe 00bsICHEHUE OPTAaHUBYIONIHETO (haKTOPa PasBu-
TUS BIIOJIHE COOTBETCTBOBAJIA PEAYKITMOHUCTCKON MPUIMHHO-CJIECTBEH-
HOU KapTHHE MUpa MepBoil moJgoBUHBI XX B. U B U3BECTHOM CMBbICJIe GbLIa
TIOPOXK/IEHA IETEPMUHUCTCKOM Mleell CYIecTBYIONIel Kay3aabHOl «MeXa-
HUKW Pa3BUTHsI» HA pybeske Havasa MPOIIoro Beka. IMEHHO B 9TO BpeMs
BO3HUKJIM KBAHTOBasi MEXaHUKA U sijiepHast (pU3MKa, a B 0OBIIEHHOM CO3Ha-
HUU IKOJIbHUKOB 1960-X rogos 1OMUHIPOBAIN IPEACTaBIeHNs 00 dJie-
MEHTAPHBIX YACTHUIIAX, DJIEMEHTAPHBIX TIPOIIECCAX, CTPYKTYPAX U SBJIEHUSX,
TIOIKPETIJIEHHbIE PEATHHBIM CO3/[aHIEeM aTOMHBIX 9JIEKTPOCTAHIUI U siep-
HOTO OPYXKUs. XOJTUCTHYECKAsI, CHCTEMHAs njest «MopdoreHeTHIecKoro
TIOJIsT» BO BpEMeHa BO3HUKHOBEHUSI XDPOMOCOMHOIT TEOPUU HACJIEICTBEHHO-
ctu 6bITa IPoCTO 0Opedena Ha mopaskerre. OMHAKO PEAYKIIMOHUCTCKII
OTITUMU3M, CBSI3AHHBIH C TOMCKOM MOJIEKYJISIPHOU MPUPO/IBI <TEHA», SIBHO
€1oco6CTBOBAN GBICTPOMY JATBHEHTIIEMY PA3BUTHIO MOJIEKYISIPHON TeHe-
TUKU ¥ MOJICKYJIAPHOI GUOJIOTHHU, YTO B Pe3yJbTaTe U 0OPYIINIO 3HAYM-
TeJbHYI0 yacTh 3nanus CTI.

[Tocsie OTKPBITHS ATTBTEPHATHBHOTO CIIANCHHTA, MOOMJIBHBIX JI€MEH-
TOB T€HOMa, CUCTEM AMUTEHETUUECKON HACTEJACTBEHHOCTH, a TAKKe TIepeoT-
KPBITHS Uen «MOP(OreHeTUYeCKOTo MoJIsi» 9YKAPUOTHYECKHH «TeH» Ha
pybexe XXI B. cysuics 10 «TpaHCKPUIIMOHHON equHunb» (Cunrep,
Bepr, 1998). Baskuo 3aMeTuTh, UYTO CETOHS UIEST «T€HAa» MaTepUaIN30Ba-
Jach B Buzie peasibHoro gparmenTa mosiekyisl JIHK. Crenyer Tonbko pajo-
BaThCSI TOMY, YTO TIPU HTOM CaM TeH, TI0Jl 3HaMeHeM KoToporo mpoties XX
BEK, TI0Ka He MCYe3, He PACTBOPHIICS MMOJTHOCTBIO B TEHOME.
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CoBpeMeHHBII BO3BPAT K XOJUCTUIECKON MapajintMe WHIUBU/LYaTh-
HOTO pa3BuTus B pycie «Evo-Devo» ¢ 0omHOBpeMEHHbBIM COXpaHEHUEM pe-
AYKIIMOHUCTCKUX TIOJIXO/IOB OTPa’KaeT BaXKHBIM METOIOJOTMYECKIH aCTIeKT.
Jlstst TOro 4TOOBI MOHSTH, KAK YCTPOEHO «HEUTO IEJI0e», HYKHO CHavasa
pasobparsk 1eI0e Ha YacTH, a TIOTOM MOIBITATHCS BHOBb 9TH YaCTH BOCCOE-
JUHUTB, cOOpaTh BoeanHO. OUeBUIHO, UTO 6€3 AHATUTUIECKOTO KOMITOHEH-
Ta MCCJAEOBAHUS, NN PEAYKIINH, HET BO3MOKHOCTH OCYIIIECTBUTH CUHTES,
WJTH XOJIUCTUYECKOE BUjieHHE 00beKTa. [103TOMY METOL0JOTUIECKH BaKHO
coueTath 00a 3TU TOAX0/1a, u3berast KpaitHOCTE, T.e. YKIOHEHUS B YUCTHII
penykimonusm i xounam (FKepuxun, 2003). C 210l TOUKYM 3peHns reHe-
TUYECKWH PEyKITMOHU3M B BUJIC UJIEU «TeHay (MOJIEKYJISPHOTO TeHa), 10JI-
JKEH, TIO-BUAUMOMY, COUETAThCS W COCYIIECTBOBATH € XOJTUCTHUYECKON nzeeit
«MOPGOrEHETUIECKOTO TI0JIsT» GUOJIOTUN PAa3BUTUSI HA OCHOBE SITUTEHETH-
yeckux npezacrasiaennii (Tunbepr u ap., 1997).

PenyKImmoHHO-X0JNCTHIECKAS KOHIIETINS «9MUTEHOTUTIA> U «dTTHTe-
vetukny» K.X. Yopmuarrona (1964, 1970), HecoMHEHHO, SBISETCS YAATHBIM
MIPUMEPOM KOHCTPYKTUBHOTO OOBEMHEHIS 9TUX UIEH B KauecTBe TO3HA-
BaTeJIbHOTO MHCTPpYyMeHTa. [lo3/1Hee MBI criennasbHO OCTAHOBUMCS Ha JIaH-
HBIX aCIeKTax U PACCMOTPUM WX MOAPOOHEE C MO3UIHIT TPUMaTa CUCTEM-
HBIX TIPE/ICTABJIEHUN O TTpollecce NHANBUAYanbHOTO pazsuTus (IumkuH,
2006). CrazaHHOe BBIIIIE TOXKE SBJISETCS HEKOTOPBIM CO3HATEIBHBIM YIIPO-
MIEHWEM CUTYaIlNH, TaK KaK, CKOpee BCETo, PEAYKIIMOHHBIN U XOJTUCTHYEC-
KW ITOIX0/IbI HEe KOMIIJIEMEHTAPHBI, TIOJISIPHBI U HECOETMHUMbI Ha TIPAKTH-
Ke. PazyMHBIM BBIXO/IOM SIBJISIETCST OCO3HAHME BO3MOKHOCTH MTPUMEHUTD
MPUHITAT onoHuTeabHocTH Hitbeca Bopa, Xxopoiio nssecTHblil (hrsnkam
(KBaHT €CTh ¥ BOJIHA U YaCTUIA OZHOBPEMEHHO, He OYIy4H IIPU 9TOM HU
yacTuilel, Hu BoJaHOM ), 0 uem nucan B.B. Kepuxun (1991, 2003), Ho 06-
CysKIeHUe DTOI HHTEPECHON POBIEMBI, K COKAIEHIIO, JIEKUT YKe 3a Ipe-
JlellaMy Halleil KHUTH.

DeneTnka MOMYJISIINN, TTOSIBUBINAsICS B Hallell ctpane B 70-e To/bl
IIPOIIJIOTO BeKa, IIaBHBIM 00pa3oM GJarofaps MpeacTaBaeHusIM MOy Is-
[IIIOHHOM TeHeTUKHM, OblJIa CHAaYaJIa TUIIMYHBIM PeLYKIIMOHHBIM IOAXO0I0M K
N3YYEeHUIO0 MOP(HOJOTHIECKON N3BMEHUNBOCTHU, UCTIOJB3YS TPENCTABIECHUE O
«(eHax» Kak aJIeMeHTapHbBIX, Jajiee «He MO/Ipa3/IeTMMbIX» Ha JOCTATOUYHO
6OJIBIIOM MaTepralie, AUCKPETHBIX Bapranusx npusHakos (Tumodees-Pe-
coBckuit, S160k08, 1973; Tumodees-Pecosekuii u ap., 1973). IIpeanona-
rajloch, YTO €CJIM TeHbI BO MHOTOM OTBETCTBEHHBI 32 (POPMUPOBAHNE MTPU-
3HAKOB, TO 3JIeMEHTapHbIE IUCKPETHBIE MOP(HOJIOTHYECKIE BapUAIIUN 1
€CTh TOT MaTepuas, KOTOPbIi MO3BOJISIET KOCBEHHO CYIUTH O 4YacTOTaX TeHO-
TUTIOB B MOTYJISIIIAN. VICXO/1s1 U3 9TUX MIPE/ICTABIEHUI, CPAaBHUBAST YaCTOTHI
BCTpeyaeMocTu (heHOB, MOKHO OBLJIO TAKUM 00Pa3oM KOCBEHHO OCYIIECTB-
JISITh TEHETHYECKOe CPaBHEHUE TOMYJISIIINI, He TTPOBOJIS CIEINaJbHbIX
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ckperuBanuit. Ves sexana B pycie CTI, Obliia 3aMaHUIBa, IPOCTA B UC-
MOJTHEHWH, JIETKO MPU0oOIIaia Heo(hUToB K MOMyJIIIIHOHHOM TeHETHKE 1 Jla-
Basia GOraTyo MOUBY JIJIST PA3JUYHBIX CIIEKYJISIIUN B 00TACTH 9BOJIOI[HOH-
HOU TCOPUM.

AHaTOTUYHAS TOYKA 3PEHMST BOSHUKJIA HECKOJIBKO PAHBIIE U y aHT-
Juiickux reHeTukoB Kol I Tporebepra (Griineberg, 1963), koTopsie,
OJIHAKO, XOPOIIIO OCO3HABAJIN IMUTEHETUIECKYIO IPUPOLY MTPOSTBIEHUS
(peHoB, Ha3bIBasg UX MEJIKUMU Bapualusyu (minor variants). Ipionebepr
oTKpbLT Ioporosyto (threshold) npupomy nposiBieHust mog0GHBIX THCKPET-
HBIX Mopdostornueckux Bapuarmii (Griineberg, 1951). OH npemIoKnI oco-
OBII TEPMUH — «KBas3u-HEIPEPbIBHAS U3MEHUYUBOCTH> (quasi-continuous
variation) g 0603HaYEHUS TOIO, YTO B OCHOBE IIPOSIBJIEHUS IIOPOTOBOIO
MIPU3HAKA JIEKUT KOJIMIECTBEHHAS M3MEHIMBOCTD, HA KOTOPYIO HAKJIAIbIBa-
I0TCS TOPOTOBbBIE dNMUTEHeTHYeCKUe orpanndenus. [lo3nHee B kiaaccudec-
koii pabote P. Beppu u A. Cupuist (Berry, Searle, 1963) muist xapaktepuctu-
KU JJAHHOTO sIBJIEHUsI OBLI TIPEIVIOKEH TEPMUH «3TUTEHETUYECKUN TIOJIH-
MOPGU3M», IPUYEM STMUTEHETHYECKAs] TPAKTOBKA sIBJICHUSI ObITa OCHOBAaHA
Ha npeacrasiaenusx K.X. Yoxauurrona (Waddington, 1957) — ocHoBaresst
IIINTEHETUKU.

B xnure mor KPAaTKO KOCHEMCA SIIUTEHETUYECKHUX OCHOB (beHeTI/IKI/I,
4yTO OBLIO HOAPOOHO PACCMOTPEHO paHee Ha OOJILIIOM YKC/IE IIPUMEPOB B
MoHorpaduu oxtoro uz aBropos — A.I. Bacuibesa (2005), koropast Gbuia
CIEIUATbHO TIOCBSIIEHA ATOH mpobJieMe.

M3ydenue sanureHeTHIECKOTO TTOIMMOP(U3MA CKEIETA Y MIEKOMUTA-
IOIMX OKa3aJIoCh 3(1)q)eKTI/IBHbIM MHCTPYMEHTOM BBIABJICHUA TTOITYJIATIMOH -
HOU CTPYKTYPBI BUJIOB, BHYTPUBHUI0BOM M depeHnann u peKOHCTPYK-
I UCTOPUKO-TEHETUYECCKUX CcBs3en MEX/Yy BHYTPUBUIOBBIMU €/INHUTIA~
MU, aHATIOTUIHBIM COBpeMeHHOMY (hustoreorpaduueckomy mozaxomy (Berry,
1963, 1964, 1986; Berry et al., 1978; Bacuibes, 1988, 2005; Bacuibesa u
ap., 2008; u ap.). OGHaIEKUBATOIIIIE PE3YJIBTATHI TOJYUYEHBI TIPU AHAJI3E
TAaKCOHOMUYECKUX B3aMMOOTHOIIEHUH MexKy OJU3KUMEI GOPMaMU CIIOp-
HOT'O M HesicCHOro TakcoHoMmuueckoro panra (Hartman, 1980; Bacusbesa,
Bacuabes, 1984, 1992; Vasil’eva, 1999; Bacuiubesa, 2000, 2002, 2006; Bacu-
JibeBa u jip., 2008).

[MTupoxoe pacpocTpaHeHme SBAECHUH SMUTEHETUYECKOTO MTOJINMOP-
(usma ckesera y miekonuTaouux (cM. 003op Bauchau, 1988) nossousier
MIPE/III0JIaraTh CyIeCTBOBAHYE TOMOJOTHYECKUX PSIZIOB M3MEHUYNBOCTY He-
METPUYECKUX TIPU3HAKOB HA PA3HBIX YPOBHSIX TAKCOHOMUYECKON MEPAPXUU
— 0T OJUBKUX BUIOB [0 mojceMeiicTB u ceMeilicTB. OHOBPEMEHHO MPHU
HTOM MOJKET OBITh pellieHa IPobJieMa BU3yaTu3al[ii SIUT€HETHIECKOTO
gauamadTa. KioueByio posb UTpaet perieHne BoIpoca O CIyIaitHoM Un
3aKOHOMEPHOM XapaKTepe N3MEHYNBOCTU KaK BHYTPU BUA, TAK U MPU
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cpaBHeHWY OJTU3KUX BUAOB. [lomyssiionHast MopdoJiorust u peHeTnka
Yyepes3 TPYIIIOBON aHaII3 MOP(OJOTTIECKON N3MEHYNBOCTU METPUYECKUX
U HEMETPUYECKUX MPU3HAKOB y Giuskux Gopm (S60k08B, 1968, 1982;
Alberch et al., 1979; Bopobbesa, Mensezesa, 1980; Maynard Smith et al.,
1985; 3axapos, 1987; Bacuibes, 1988, 2005; Bopo6besa, Xunuandd, 1991;
Zakharov, 1992) m10o3BoJISIFOT TPUOGIUBUTHCS K TOHUMAHWIO (DeHOTEHETHIeC-
KHUX TIPOIECCOB CTAHOBJIEHIS TOMOJIOTMYHBIX TPU3HAKOB B OHTOTEHESE.

PasBuTne kiagucTuky, (GUIOTEHETUKN U MOJIEKYJISIPHON (huioreor-
pacduu mocTeneHHo MPUBEJIN MHOTUX UCCJIEIOBATEIEN, C OTHONM CTOPOHBI, K
OCO3HAHUIO HEOCTATOYHOCTH TOJIBKO MOJIEKYJISIPHO-TEHETUYECKHX TTOIX0-
0B IIPU PEIMEHNN TAKCOHOMUYECKUX 1 9BOJIIOIIMOHHDBIX 3a/la4 B PYCJIE€ 9TUX
JUCIUIIINH, a C prFOﬁ, — K IOHUMaHUIO HeO6XOI[I/IMOCTI/I JAOIIOJIHUTH UX
KJTACCUYECKUMU ¥ HOBEUITUMH MOP(HOTOTHIECCKUMU MOAX0aMu. BHOBD
AKTyaJIbHBIMU CTAHOBSITCS AMCKYCCUU O IIPUPOJIE TOMOJOTHH MOPHOIOrn-
yeckux mpu3HakoB. CerofHs B MUPOBOIT HAyKe aKTUBHO 00CYIKIAIOTCS
mpupoza MOPGOTIOTHIECKOTO MPU3HAKA, METOJIBI €T0 BhIIe/ICHMsI, TIPoOJIe-
Ma (DEHOTUIIMYECKOI MJIACTUYHOCTU U CTAOUIBHOCTH Pa3BUTUSL, CIIOCOOBI
onucanust MmoporpocrparcTa (morphospace) u MophoIOrHIecKoro pas-
HoobGpasust (morphological disparity). TTosTomy mepea paccMOTpeHHEM
cOOCTBEHHO (heHOMEHA TOMOJIOTHIECKON U3MEHIMBOCTH MOP(MOTOTUIECKITX
CTPYKTYP B KHUTE OYIYT KPATKO U3JI0KEHBI COBPEMEHHbIE TIPE/ICTABJICHUSI
0 TOMOJIOTUM U TOMOJIOTU3AIIH MOPGHOTIOTUYECKUX TPU3HAKOB B CBSI3U C
YKa3aHHBIMU BBITIE TPOGIEMaMU.

[TockobKY TPAAMIIMOHHO BasKHAS JIJISI TAKCOHOMUCTOB U 9BOJTIOIINO-
HUCTOB MpobieMa apxXeThiia Hen36esKHO MPUTATUBACT K cebe BHUMAHHUE BCEX
uccJie[oBareseil, KOTopble 3aHUMAIOTCST TEOPETUUYECKUMU ¥ MTPUKJIATHBIMU
TaKCOHOMUYECKUMU U (PUJIETUYECKIIMU UCCIEOBAHUSIMU, MBI OTIETBHO KOC-
HEMCsI M 9TOTO KpaiiHe He MPOCTOTO BOMpoca. ApXeTut GyeT pacCMOTpeH
OJTHOBPEMEHHO B CBETE TIOMYJISTIIUOHHBIX MEPOHOMUYECKIX U AITIUTeHETUYEeC-
KUX MPEJCTABJICHIH, UTO, C HAIIEH TOUKU 3PEHVsI, TO3BOJUT MPUOIU3UTHCS
K TIOHUMAHUIO QyHAAMEHTATBHON ITPUPO/IBI MEIEHOBCKHX «pedPEeHOBy, «Me-
POHa» U «TPAH3UTHBHOTO NoIMMopdusMas. [IpeacraBisiercst Takke, 4TO 3TO
MaeT BO3MOKHOCTH MEPOHOMUHU TIPOHUKHYTH B HOBYIO MOTEHIHATBHYIO 00-
JIACTB UCCHEOBAHNHT MOP(OTOTHYECKOTO PA3HOOOPasust 1 MOPHOMPOCTPaH-
CTBA, TIEPEBEJIS €€ U3 Pa3psiaa TPAAUIINOHHO YMO3PUTEIBHbIX TIPEICTABICHUTT
B KaTe€ropHio MHCTPYMEHTAIbHON HAyKu. /[BUTasCh B 9TOM HaIPaBIEHUH,
MO’KHO TIPEICTaBUTh KOJLU3uio cpopmysinpoBantoro C.B. Meitenom mepo-
HO-TaKCOHOMUYECKOTO HECOOTBETCTBUSI C SITUTEHETUYECKHX, (DeHOTeHeTHYIeC-
KUX 1 MOP(OTEeHETIYEeCKUX TTIO3UIIHIA, a CJIe[0BATETBHO, PACCMATPUBATD UX B
HBOJTIOIIMOHHO-PA3BUTUITHOM KOHTEKCTE, MPUOINKAACH K 06JIaCTH MHTEPe-
coB «Evo-Devo», T.e. B KOHEUHOM cUeTe K PEIIeHIIO 33124 dBOJIOIMOHHOI
Teopun (IBOJIIOIIMOHUKH = IBOJIOIMOHICTUKN ).
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Kiagucruka, Kak 1 reHeTrka B Havyase X X B., IOYTH IIOJHOCTHIO UC-
KJTIOUMJIA TIPOIECC PA3BUTUS U3 cBOeTO apceHasa. [Ipu aTom kiaaucTuka
MPEANIOYNTAET «He PAbOTATh» ¢ U3MEHUMBBIMU U PETYJISIPHO MOJUMOP(hHBI-
MU TIPU3HAKAMHU, MTOJIaTast, 4TO MOTUMOP(MOU3IM B IBOTIOIIMOHHOM IIPOTIECCe
3TO KpaTKoe U MPeXoisiiiee siBaeHIe, KOraa ogHa Mopda ObicTpo hukcupy-
ercst i 3amerniaercs apyroit (Felsenstein, 1982, 2004). 9ro npunIUIN-
AJIBHO BaYKHO JIJIS KJIAAUCTUKH, UCXOHO UCTIOBEYIONEH <«ITPUHITUIT HAu-
6oJrbIelt 9KOHOMUN> (TTAPCUMOHUN) U OMACAIOIIEHCS TIPOSBIECHUS «TO-
MOILJIa3WW» TIPU TMMOCTPOECHUN PUiIeTHIecKoil Kiraccudukrauu. B To xe
BpeMs (heHeTHKa U TIOMYJSIIMOHHAS MEPOHOMUS OTTUPAtOTCs Ha (heHOMEH
TPAH3UTUBHOTO MOJTUMOPGU3MA, T.€. HA JJISAIIIICS BO BDEMEHH TTOJTUMOP-
(huam, 00yCTOBIEHHBIN HCTOPUIECKU (DOPMUPYIONTUMUCS SMUTEHETHIEC-
KUMU CBSA3SIMU W PACCTAHOBKO AMTUTEHETUYECKUX TOPOTOB, O YeM JIAJThIIe
TIOWIET peub B KHUTE.

[TepcucTupoBaHue TPAH3UTUBHOTO TOJUMOP(U3Ma 0beceunBaeT
MOTEHITUATHHYIO BOBMOKHOCTD TTApaJlIeIbHBIX OJTHOHAIPABIEHHBIX 1 3aKO-
HOMEPHBIX (C 2BOJIIOIIMOHHO-3KOJOTUYECKUX TIO3UIINH ) U3MEHEHUH y 2BO-
JIOIMOHHO OTAAJIUBIITUXCS TAKCOHOB, T.€. BE/IET K TIOCTOSHHOMY T'eHEepUPO-
BAaHUIO TOMOTLIA3WH. MBI TocTapaeMcst oKa3aTh, YTO (heHETHKA, UCITOTb3Y s
(eHoMeH TPaH3UTUBHOTO TOTMUMOPGHU3MA, TTO UEPAPXUT TOMOJTOTUIHBIX
MOP(hOJIOTHUECKUX CTPYKTYP BCE JKe CIIOCOOHA TTPOCTIEKUBATH UEPAPXUIO
CHCTEM Pa3BUTHUS TAKCOHOB PA3HBIX PAHTOB: OT BHYTPUBHUIOBOTO /10 YPOBHS
cemelicTBa,/of0TPAAA. B oTyinyme oT KiaaucTuky heHeTuka, onupadach Ha
AIUTEeHETUYECKUE IIPEACTABICHUS U Pe3yabTaThl MOpdorenesa, akTUBHO
IPEoI0JIeBAET MEPOHO-TAKCOHOMHUYECKOoe HecooTBeTcTBHE. IIpocum cTpo-
I'MX ITPUBEPKEHIIEB METO/0B KJIAJAMCTUKNA HA 3TOM MeCTe He 3aKpbIBaTh
KHUTY. BesycnoBHo, pejyiaraeMblil HaMU MOXO0/, BKJIIOYasd <IIPOIEAYPY
(enoTunupoBanus», 0 UeM B JasbHEHIIEM TT0HIeT pa3roBop, 3TO He «I1aHa-
1est» U4 penieHus puaeTnyecknx 3ajad.

Crietyet uecTHO OT/IaBaTh cehGe OTUET B TOM, UTO CYIIECTBYET HEMAJIO
CJIOJKHOCTEH, M3 KOTOPBIX OCHOBHAsI MTPOGJIEMa COCTOUT B TIPABUILHOCTH
rOMOJIOTU3AIUU MOP(MOJIOTUYECKUX CTPYKTYP Y TAKCOHOB, ITPUHAJIEKA-
KX K usieTHIecK oTAaNeHHBIM KaazaM. /lanexo He Becersa, Kak XOpoIio
U3BECTHO, CXOACTBO roBOpHT 0 poxactBe (Meiien, 1975, 1988; IlaBinHoB,
2005). OxHako B JaHHOM cJiydae, — [P NCIIOJIb30BaHUN METOOB (heHeTH-
KM U TOILYJIAIIMOHHON MEPOHOMUH, KaK U B KOHCEPBATUBHBIX TEHHBIX CHUK-
BeHcax npu ucnoabiosanru PCR-MerToza, 6aname pasBUTHITHBIX MTpoIec-
COB HACTOJIbKO YCTOWYUB, YTO CXOJCTBO TOMOJIOTUUHBIX MOP(OCTPYKTYP
ropasjio yallle yKa3blBaeT Ha POJICTBO TAKCOHOB, YeM MO3BOJSCT B 9TOM
omubaThes. B cBere HEIaBHUX OTKPBITHH B 00JIACTH MOJIEKYJISIPHON TeHe-
TUKU ¥ SIUTEHETUKHU CTAJI0 OYEBUIHO, YTO TPYAHO OXKUIATDH ITOJTHOCTHIO
HENTPaAIbHBIX KaK FeHeTUYECKUX, TaK 1 MOP(GOJIOTHYECKUX CTPYKTYp. Bee
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OHU B UTOTE CBOETO UCTOPUUECKOTO (hOPMUPOBAHUS TIPEJCTABISAIOT COOOiT
MPOJYKT UCTOPUYECKOTO MHOTOYPOBHEBOTO CTPYKTYPHO-(YHKIIMOHATHHO-
ro GajlaHca Ha Pa3HBIX YPOBHIX OMOJOTHYECKON OPraHU3AIMH: OT MOJIEKY.JT
U KJIETOK /[0 OPTaHW3Ma U coo0IecTBa B 11eJoM. To, 4TO MOJKET TIOKa3aTh-
cs1 HeTpaIbHBIM WJIM HEAKTUBHBIM ceffuac, ObIIO BRIPAOOTaHO paHbIIE U,
HECOMHEHHO, OBLIIO aKTYQJIbHBIM, & TAKIKE €Ille MOKET OBITh MOJIE3HBIM TIPH
APYTUX ycaoBusax. TakuMm 06pasoM, IpU U3ydeHUU MOP(HOTOTHIECKUX
CTPYKTYP OT MOJIEKYJI IO IIEJIbIX OPTaHU3MOB CPEIU HUX HET U30PaHHBIX U
6E3YIPEUHBIX «JICTOMUCIEB> (QUITOTCHUN,

Bce MopdocTpyKTyphI B TOM Ml WHOM cTeneHn (PyHKITMOHATBHBI 1
HecyT Ha cebe 9KOTIOTHUECKIH OTIEYaToK, a TaKKe CJIOKHYI0 HCTOPHIO TIe-
pecTpoek u JiechopMariiii, T03TOMY MCKAXKAIOT 3aITUCH <JICTOMHUCH» B CBOIO
10J163y. EANHCTBEHHBII c11oc00 YJIOBUTH (DUIOTEHETHYECK I CUTHAT U Ha-
MIyTaTh MPAaBUJIBHBIN (DUIETHUECKUI TyTh — HTO MPUBJIEYCHUE B CPABHU-
TeJTHHBIN aHAIN3 MHOTUX MOP(MOCTPYKTYP (TeHOB, MOP(MOJOTHIECKUX TTPU-
3HAKOB) U TOUCK HauboJiee TMPaBAOTOA0OHBIX (DUIOTEHUN Ha UX OCHOBE.
Co0OCTBEHHO, TIPU TOCTPOEHNN (GUIECTUIECKUX JIEPEBBER B TIOCJIEHNE TOJIBI
HeCTyJaitHO BCe Yallie UCTIOTb3YIOTCS YBeJNINBAIONINECS MAaCCUBBI Pa3HO-
POJIHBIX JJAHHBIX U BEPOSITHOCTHBINA METOJ HAMOOJIBIIETO MTPABAOMOA0OUST
(maximum likelihood).

B pesyJibrate 0TMEUEHHOTO BbIllie OYPHOTO Pa3BUTUSI MOJIEKYJISIPHON
TeHEeTUKU ¥ T€EHETUKU PA3BUTHUSI 32 TIOCJIe/IHEe JeCSTUIETHE TIPOU3OIILIH pe-
BOJIIOIIMIOHHbBIE U3MEHEHUS TIPEICTABJIEHUIT O CHCTEME U 9BOJIOIIH SKUBBIX
OPTaHMU3MOB B 11eJI0M. BO3HUKIN HOBbIe HAYYHBIE HATIPABJIEHUST: MOJIEKYJISIP-
Hasl cucTeMaTHKa (TeHOCUCTEMATHKA) U MOJIeKyJIsIpHast (puyioreHeTnka (re-
Hoduernka) (Auronos, 2000, 2002; ITasmuros, 2004, 2005; bannnkosa,
2004; IIaranxumn, 2005). [Toaydenubie GrioreHeTHYECKHE PEKOHCTPYKITUT
OKA3aJIMCh BO MHOTOM HEOKMIAHHBIMU JJA’K€ B OTHOIIEHUN TAKUX XOPOIIIO
M3YYEHHBIX IPYIII, KaK HaceKoMble 1 MieKkonuTaione. Hazpemna, kak yske
OTMEYATIOCh, HEOOXOMMOCTD OOBEIMHEH ST PE3YITBTATOB, TTOJTYYCHHBIX HOBBI-
MU METOJIAMHU C TPAJAUITMOHHBIMH, KIACCUICCKUMMU, TIIABHBIM 00Pa3oM MOp-
donornuecknmu merogamu (Tunbept u ap., 1997; Iasaunos, 2005; Ilara-
kuH, 2002, 2005; Rudel, Sommer, 2003; A6pamcon u ap., 2004; Bopobbesa,
2005). HecomHeHHBIIT MHTEPEC TIPEACTABJISET ¥ COBPEMEHHOE MOHMMaHNe
pOJIH CTPYKTYPHO-(YHKITMOHAIBHOM OPTaHU3AIIH GUOJOTHYECKIX CO00-
HIecTB B mpoitecce Mopdoaorndeckoii aBomonuu (Cmupuos u ap., 1986;
Uepnos, 1991; Ceprees, Unpamenko, 1991; Ceprees, 2003; [Tozausaxos,
JInteunos, 1994; Foote, 1997). B aToii cBs131 MOABJISAIOTCS BO3MOKHOCTH
7SI HOBOH 9KOJIOTO-MOP(MOTIOTHYECKOI MHTEPIIPETAIIMY Tale0HTOJIOTHYEC-
KUX JIAHHBIX U HOBOTO TIOHMMAaHUsT MAKPOIBOITIOIMOHHBIX SIBJIECHUIT IPU 3a-
nosHeHun Takconamu mopgonpocrpanctsa (Payrunan, Kepuxun, 1997;
Kepuxwun, 2003; Mapxkos, Haitmapxk, 1998; Moyne, Neige, 2007).
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Bwmecte ¢ TeM B TIOCJIETHIE IECATUIETUS TIPOUCXOAUT PeabuTTAIIs
tunosorndecknx moaxonaos (Meiien, 1988a; 1990; IllatankuH, 1988, 1995,
1996, 2002; Bacunbesa JI.H., 1992, 1998, 2003; JTio6apckuii 1996a, 1998;
TomanbkoB, 2001; Payruan, 2001a, B), 000CHOBBIBAIOIIIX TIPECTABICHUE
00 0OBEKTUBHOM CYIIECTBOBAHUI TAKCOHOMUYECKUX KATETOPHIT HE TONBKO
BU/IOBOTO, HO U HaZBUI0BoTO YpoBHS (Yepubix, 1986) 11 ecTecTBEHHOCTH
MepPapXmuecKOil CUCTEMBI OPTAHU3MOB B TI€JIOM, IPUYEM «E€CTECTBEHHOCTbY
B 9TOM CJIy4yae He CBS3BIBACTCS C HETIOCPE/ICTBEHHBIM TEHEATOTHICCKIM
POIICTBOM TPYIIT OPTaHU3MOB U yKa3aHWeM Ha (DUIOTeHeTHYECKUE CBIA3U
Mmexxay Humu. [locnenusst Touka 3pernst Bo3posxkaaet B3rasas B.H. Bekie-
muniesa (1964) u A.A. Jlio6umesa (1982), HeOAHOKPATHO TOAYEPKUBAB-
MTMX 3HAYE€HNE HOMOTETUIECKIX ACIIEKTOB B CUCTEMATHKE W TCOPUH HBOJIIO-
iuu. Kak u3BecTHO, Hanbosree moCIeI0BaTeIbHO 3aKOHOMEPHBIN XapaKkTep
ABOJIIOIIMOHHOTO TIpoliecca oTcranBal emne B Havaise XX B. JI.C. Bepr
(1922) B pazgBuBaeMOM MM YYCHUU O HOMOTEHE3€ — BOJIIOIUN HA OCHOBE
3aKOHOMEPHOCTE, KOTOPOE MPOTUBOTIOCTABJSAIOCEH JAPBUHU3MY KaK 3BO-
JIFOIIUH HAa OCHOBe caryuaitHocTell. B cBoto ouepeb Bepr 6osblioe sHaueHme
MIPUIABAJT 3aKOHY TOMOJIOTHUECKUX PSIZIOB B HACJIEACTBEHHON N3MEHUNBO-
ctu, chopmymmposannomy H.U. Basunoseim (1920).

ITo muenunio A.A. JliobuieBa, UMEHHO 3aKOH TOMOJIOTUYECKUX PSZIOB
H.W. BaBuioBa mocry>kKnJ Ha4aJIoM BbISICHEHUSI HOMOTEHETHIeCKOTO KOM-
MOHEHTA ABOJIONUH U OTKPBLIT IMUPOKUE TTEPCTIEKTUBBI JIJIST U3YUEHUST 3aKO-
HOMEPHOCTEN, JIESKAIIUX B OCHOBE 9BOJIIOIIMOHHOTO rpoitecca. HecMoTpst Ha
pasHoobpasue IMOAXO0M0B U B3TJIAL0B Ha MEXAHU3MBI, JIeKallllie B OCHOBE
(hopmMooOpazoBaHus, OOIINM UTOIOM BCEX STUX BO33PEHMIA CTAIO IOHIMA-
HUE TOTO, YTO MOP(OJIOTHIECKHE 3aKOHOMEPHOCTH, CYTIECTBOBAHUE KOTO-
PBIX ZlonycKaa u JlapBUH, UTPAIOT B 9BOJIOIMKA OPraHUYEeCKOTO MUpa He-
CPaBHEHHO OOJIBIIYIO POJIb, Y€M 9TO IIPUHUMAET OPTOAOKCAIbHBII TapBU-
nusM (Jlo6umes, 1982; Meiien, 1974, 1975; Mamkaes, 2004).

Homorenernueckne acrekTbl MOP(HOJIOTUIECKON NBMEHUYNBOCTH CIie-
ranbHo paspabareiBairck C.B. MeiieHOM, KOTODBIii TakKe yKasbIBaJ Ha
OTPOMHOE METO/IOJIOTUUECKOE 3HAUEHNE 3aKOHA TOMOJIOTUIECKUX PSIZIOB
H.. BaBuyioBa u JIOMOTHSAIONIETO €T0 MPaBUJIA POJICTBEHHBIX OTKJIOHEHUI
H.TI. Kpenke (1933-1935), 06061aioniero onbT aBTopa Mo U3y4eHnio
(enorenernyeckoii usmernunBocTu. Ilocae pabor Basunosa u Kpenke us-
MEHYMBOCTb IIepPeCcTajia KazaThesa Oe3rpaHuYHOM, a 9TO B CBOIO 0Y€PEb BO3-
POIUJIO TIPEICTABJIEHIS O HATIPABJIECHHOCTH, KAHAJN30BAHHOCTH 9BOJIIOITUT
B 1esoM (Meiien, 19886; Boponios, 1999).

OueBu/iHoO, UTO JajbHElIIee MTOHUMAHUE TTPUPOJIBI TOMOJOTHIECKOI
U3MEHUYNBOCTU MOP(hOTOTHUECKUX CTPYKTYP U BO3MOKHOCTEH WX UCTIOJIb-
30BaHWSI JIJIST PENIEHUS 33/1a4 CUCTEMATUKH U 3BOJIOTIMOHUKH, BKJIIOYAST
pobaeMy BUia, Z0JKHO OIUPAThCS Ha JeTajbHble CPABHUTEIbHBIE UCCIIE-



26 A.l. Bacumves, U.A. Bacunvesa. TOMOJIOTHYECKAA HUBMEHYUBOCTD ...

JIOBAHUS TOMOJIOTHYECKUX PSZIOB MOP(OTEHETHUECKUX CTPYKTYPHBIX Bapu-
aruii y 6auskopoactBerubix TakcoHoB (Alberch, 1980; Oster, Alberch,
1982; Kluge, Strauss, 1985; Rudel, Sommer, 2003; Bacusibesa, 2006).

Takum 06pazoM, Jist PEIIEeHNsT YKA3aHHBIX BBIIIE TPOOJIEM CTAHOBUT-
Cs1 OUEBHMIHOM HEOOXOAMMOCTD TIPOBEIEHUS CPABHUTEIBHOTO M3yUEHUSI
MOPGOTOTHUECKOIT N3MEHUMBOCTH OJIU3KOPOJICTBEHHBIX TAKCOHOB PA3HOTO
paHTa — OT BHYTPUBUIOBHIX (hOPM, BKJTFOUASI IO JISIIINK, WHOPETHBIE JIU-
HUM J1aGOPATOPHBIX JKUBOTHBIX U TIOABUJIBL, 10 AJLIOTATPUIECKUX (HOpPM
CIIOPHOTO paHTa (BUI/TOABUL), & TaK)Ke CUMIIATPUIECKUX BUIOB-/IBOMHU-
KOB, OJIU3KUX BUJIOB OJHO IPpyIIibl (IIOAPOA) M, HAKOHEI, BUIOB, OTHOCSI-
MIUXCS K PA3HBIM POjiaM, TPUOaM, TOACEMENCTBAM 1 PasHbIM CEMENCTBaM.

B aT0i1 cBSI3M OCHOBHAS TeMaTUYeCKast HAPABJIEHHOCTD TIpejiarae-
MOH KHWUTHU 3aKJI0YATACh B TIOMBITKE MOMYASITUOHHO-MEPOHOMIYECKOTO
aHaJIM3a 3aKOHOMEPHOCTEN TOMOJIOTHYECKON N3MEHIMBOCTH MOP(hOJIOTH-
YeCKUX CTPYKTYP W MOCJTEIYTOTIEeN OTleHKe 9BOJONMOHHON IUBEPTeHITUN
¢opM pasHOTO YPOBHSA TAKCOHOMUYECKON MEPAPXUU: OT BHYTPUBHUIOBBIX
TPYTIIPOBOK JI0 TAKCOHOB HAJBUIOBOTO PAHTA B CBETE ATMUTECHETUYECKUX U
ABOJTIOTTMOHHO-9KOJOTUUECKUX TTPECTABICHIH.

B kHuTe chOopMyTUPOBAHBI OCHOBBI MOMYJISIIMOHHONW MEPOHOMHUH,
U3JI0KEHO aBTOPCKOE BUIEHUE TIPOOJIEMbI COOTHOIIECHHSI aPXETHITA, MEPOHA
u pedhpeHa ¢ TO3UIUN HMUTEHETHIECKON TEOPUHU HBOJIONNH, KPATKO O4ep-
YeHbI COBPEMEHHbBIE AMUTEHETHYECKUE U HTTUTEHOMHBIE TTPECTABIEHNUs, a
TaKyKe CBSI3aHHBIE C 9TUM KOHIIENIINY (DEHOTUTTUYECKON MIACTUYHOCTH,
BHYTPUUHAUBUIYATbHON (heHOTEHETHUECKOI NU3MEHUYNBOCTH, MOP(hOpa3HO-
obpasust 1 MOPGOITPOCTPAHCTRA.

Haunbobimuit nHTEpeC MPEICTABIISIIO TIPOBEIEHNE TEOPETHIECKOTO
aHaM3a Tpo6JaeM TOMOJOTUYECKOW UBMEHYNBOCTU MOP(MOTOrMYECKUX
CTPYKTYP Ha OCHOBE CBe/[eHUI 00 UCTOPUU U COBPEMEHHOM COCTOSTHUH
IPECTABIEHUI O TOMOJIOTHH U AHAJIOTUM B MOP(OJIOTHH, CUCTEMATHKE U
IBOJIIOIIMOHHOIT Teopui. PaccMoTpena mportieypa roMoJIOru3alii HeMeT-
PUYECKUX MPU3HAKOB Yepera Ha IIpuMepe MpeCcTaBuTesNeil OTpsia rPhI3y-
Hos (Rodentia) B npeznenax noxcemeiicts Arvicolinae u Cricetinae, a Tak-
JKe HEKOTOPBIX npezcTaBuTesieil Mpimabix (Muridae). Baxio 6bL10 BbIs-
BUTHh BHYTPUBH/IOBbIE U MEXBU/IOBbIE TIApaJyiebHble Psibl (pedpeHsl)
TOMOJIOTHYECKON U3MEHUHBOCTH MOP(HOTUTIOR 3yO0B U (HEHOB HEMETPHUYEC-
KHX TIPU3HAKOB Yepera rpei3yHoB. COCTaBIeH KAaTaJIOT U laHa e[Has HO-
MEHKJIATyPa FOMOJIOTUYHBIX HEMETPUUYECKUX MPU3HAKOB CKeJIeTa TPHI3Y-
HOB, KOTOPBIE UCTIOJIB3YIOTCS JJIST OIEHKH YPOBHSI STIUT€HETUYECKOI TUBep-
TEHITUU CPABHUBAEMBIX (DOPM.

Ocoboe 3HaueHME IS OTPEAETEHUS BO3MOKHOCTEH 00CYK/IaEMOTO B
KHUTE METOAMYIECKOTO TT0IX0/[a NMEJIO TIPOBeIeHNe Ha ITPUMEpE TeHeTdec-
KU OJTHOPOHBIX MHOPEIHBIX IMHUH MBITIEH CPABHUTEILHOTO HKCTIEPUMEH-
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TAJLHOTO aHAJIN3a YCTOMYNBOCTH TIPOSIBIEHUS PAa3HBIX KaTeropuit Mopho-
JIOTUYECKUX MTPU3HAKOB, XapaKTePUIYIOIIUX pa3Mepbl, (GOPMY U CTPYKTYPY,
K CPEJIOBBIM BO3/IeCTBUSIM B Tipoiiecce pa3putus. VI.A. BacuibeBoii ipej-
JIOJKEHA Tporeaypa (GeHOTUITUPOBaHUsI OJU3KUX TAKCOHOB Ha MPUMeEpPE
MHOTOMEPHOTO (heHETUUECKOTO aHAJIN3A AMUTECHETUIECKON AMBEPTEHITTT
BUJIOB-IBOUHUKOB OOBIKHOBEHHOIT MOJIEBKY U Psiia GJIU3KUX (DOPM IPBI3Y-
HOB CIIOPHOTO TAKCOHOMMYECKOTO paHra (moapoast Neodon u Aschizomys).

B kHUTE TaKKe BBHITIOJHEH aHAJIN3 YPOBHEH aTIUTeHeTUYeCKO! TuBep-
TEHIIMU T'PBISYHOB PA3HBIX TAKCOHOMUNYECKUX PAHTOB — OT MOABUIOB 10
mojiceMelCcTB — Ha TipuMepe Tpectasureseil Arvicolinae u Cricetinae. Ha
OJIHUX U T€X JKe 00bEeKTaxX comocTaBieHa a(HeKTUBHOCTD METOLOB (peHeTH-
YECKOTO M KJAA[UCTUIECKOTO aHAIN3a TIPY OTIEHKE TAKCOHOMUYECKUX OTHO-
MeHWH HaIBUIOBBIX TAKCOHOB paHTa poja,/moapos. B 3aBeprmatornieii riaase
KHUTY aBTOPBI TPOAHATTUZUPOBATHN 3BOJTIOTTMOHHO-3KOJOTHIECKIE 3aKOHO-
MepHOCTA MOPGhOTIOTHIECKO TUBEPTEHITNN BUIOB € PA3HOM 9KOJIOTIIeC-
KOH creruaansanei.

TakuMm 06pa3soM, OCHOBHasI 11€JIb KHUTU COCTOSIIA B MOMBITKE CyTIle-
CTBEHHO PacCITUPUTD TpaHUIIbl (heHeTnku monysiuit (Tumodees-Pecosc-
kuii u zip., 1973; A6s0k08, 1980; A6a0K08B, Jlapuna, 1985) 10 momyisimnoH-
Hoil MepoHomuu (Bacuibes, 2005), o6beIHHIB B Hee Bee 06JIACTH COBPe-
MEHHOU MOMyJISIMOHHON (hDeHOTeHEeTUKH, (DEHETUKY O JISIINA, TTOITYJIs-
IUOHHOU MOP(MOJIOTHY 1 HyMepUIecKol (heHETHKHU, NCTIOJIb3YsT ATTUTeHETH -
YyecKue IpeCcTaBIeHIs IPU 0O0bACHEHUH JUCKPETHOCTH MOPMOCTPYKTYD 1
GayKkTYyUpytoneit acuMMeTPHUH TTPOSIBJIEHNS] HEMETPUUECKHUX TIPU3HAKOB U
UX COCTOSAHMIT — (peHoB. BaskHO OBLIO II0KA3aTh U METOIMYECKHE TIPEUMY-
[eCTBA MOMYJISITUOHHON MEPOHOMHUHU KaK HOBOW HAYYHOU JUCITUTIITUHBI B
peNIeHnH TIeJIOTO PSIIa AKTYaTbHbBIX MOMYJISIIIUOHHBIX U 9BOJIOIIMOHHBIX
pobiieM.

MHorue BOIpoChl B KHUTE TOJBKO TTOCTABJIEHBI U JKIyT CBOETO pele-
HUSI, 4aCTh aCIeKTOB MOP(OJIOTHIECKOTO aHaI3a (B YaCTHOCTH, TeOMETPH-
YeCKyI0 MOP(MOMETPHIO) MbI CO3HATEILHO HE 3aTPOHYJIM, OIHAKO OOJIbIINH-
CTBO BBICKA3aHHBIX UJIEH OTIMPAETCs HA 3HAYMTEIbHBIN (haKTHUECKUI MaTe-
puaJ, a NpeIoKeHHble HaMU MEeTO/bI BIIOJIHE JOCTYIIHBI ¥ He TPeOyIoT
npoporocrosiiiero 06opyaoBanus. I109ToMy Mbl HCKPEHHE HaJeeMcsl, 4TO
HaMeUeHHbBI HAMU ITyTh HAW/ET CPEN YUTATeeH CBOMX MEPBOMPOXO/IIIEB.

Ynaun Bawm, noporoii koJureral
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Ipucr lekkennb

AHAJIOTHS U TOMOJIOTHUST — KJIIOUEBbIE TIOHSATUS MOP(OJOTHH KaK Ha-
VKU U COCTaBJISIIOT TEOPETUIECKYIO (METO0JOTHIYECKYI0) Oasy cpaBHU-
TEJIBHON U 9BOMOIMOHHON Guosorun. CyirecTByer riyboKnil mapasie-
JIU3M MeXIYy TIpobeMoii Buia u npobiemoit romosorun (Bekemuiies,
1994; Meiien, 19886; Wagner, 1996; Brigandt, 2002). O6e kacatorcs byH-
MAaMEHTAJIbHBIX €CTECTBEHHOHAYYHDBIX O6O6H_[€HI/IIL/,I, HO KOHIIEIIINA BUAa
OTHOCHUTCA K TPYIIITaM OPraHM3MOB, a ITOHATHE TOMOJIOTUU TPYTIIUPYET UX
vactu (Brigandt, 2002). Creqyer OTMETHTB, UTO WHTEPEC K HUM He ocaade-
BaJl HA MPOTSKEHUU BCE MHOTOBEKOBOU MCTOPUU MOP(MHOJIOTUIECKUX U
crCTeMaTUYeCKNUX MCCJIeI0OBAaHUN M BHOBb BO3POC BO BTOPOH T010BHHE XX
B. B CBSI3U C MOSIBJIEHHEM «HyMepHuuecKol TakcoHomuun» (Sneath, Sokal,
1963) u «puoreHernueckoit cucremaruku» (Hennig, 1966; Wiley, 1981;
Farris, 1983). [llupokoe pacripoctpanerue (peHeTUIECKUX U KIAIUCTIIEeC-
kux noaxonos (Sokal, Sneath, 1973; Platnick, 1979; Patterson, 1980, 1982;
[MasunoB, 1990, 2005) 1 PEBOIOIMOHHBIE OTKPHITHS TIOCJAEHNX JIET B 00-
JIACTU MOJIEKYJISIPHON TEHETUKY ¥ TEHETUKY PA3BUTHSI IPUBEJU K <IIEPEOT-
KPBITHUIO» W ITEPEOCMBICIMBAHUIO 3TUX MMOHATUN NPUMEHUTEJIbHO K HOBBIM
KaTeropusiM GHOJIOrHIecKuX cTpyKTyp u npusHakos (Tmibept u ap., 1997,
[Tarankus, 2002; [TaBaunOB, 2004, 2005).

[TpuBseyeHne HOBBIX IAHHBIX U TIPOTPeccUpyrolee pa3BUTHE METO-
JIOB MX aHAJM3a MOPOAIIO GOJIBITOE PasHOOOpase METOL0JTOTHIECKIX
MOIXO/TOB, TEOPETUYECKUX KOHHCHHI/IfI 1 TEPMUHOJIOTUH, OTPaXKAIOMINX
crenuduKy Kaxkaoi obsactu ncciaepoBannii, Tak, HampuMep, MPUHSITO
CUnuTarTh, 4TO q)CHGTI/IKI/I-HyMepI/ICTbI BBICTYTIAIOT 3a NCKJIIOYUTEIHbHO OII€pa-
MOHAJIBHBINA (MHCTPYMEHTAIBHBIN, aITOPUTMUIECKUH ) TTOIX0/] K TOMOJIO-
THH, He OTSTOIIEHHBIN TEOPETUIECKUMU TIPEIIIOI0KeHusMu. Tpanchopma-
IIMOHHDbIC (TI/IHOJIOFI/I‘IGCKI/IG) TIOAXOABI MPMHUMAIOT BO BHUMaHNWE NCKJITIO-
YUTETHHO 9BOJIIOIHOHHOE HU3MeHEeHHEe MOP(OCTPYKTYP U OOBIYHO BBISIBJIS-
10T TOMOJIOTUU ITyTeM BBICTPAWBaHUS TPaHCHOPMAIMOHHBIX CEPUIT Yepe3
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PSIZL IEPEXOAHBIX (DOPM — OT OOIIETO TPEAKOBOTO COCTOSTHUS K TIPOIBUHY-
Tomy. Takcndeckne (KIaiCTUYECKNE) TIOAXO/IBI OMIPEESTIOT TOMOJIOTHIO C
MTOMOIIBIO PACTIpeiesIeHNs TPU3HAKOB Ha (DPUIOTEHETUUECKUX IEPEBHSIX U
CYKUBAIOT TOHATHE TOMOJIOTUHU 10 cmHamoMopduu. PacmpocTpanenue
KOHLEIIIUY FTOMOJIOTUN Ha MOJIEKYJIAPHBIN U YJIBTPACTPYKTYPHBII YPOBHU
BBISIBUJIO PSiZl HOBBIX TIPOGJIeM. B HACTOSIIINI MOMEHT HJIET TaKXKe JTUCKYC-
CUdg O HpI/IHHI/IHI/Ia]IbHOIL/,I BO3MOKHOCTU MTPUMEHATDH TOMOJIOTUIO K U3y4Ye-
HUTO (PUBUOJOTUIECKUX, PA3BUTHHHBIX TIPOIECCOB U MOBEICHUS.

1.1. KPATKHI1 OUEPK UCTOPUU IPE/ICTABJIEHUI
O T'OMOJIOTHUU U AHAJIOTUU B CPABHUTEJIBHOM
AHATOMUU U MOP®OJIOTUN

B o630pax A. Boiigena (Boyden, 1943, 1947), A. Pemane (Remane,
1955, 1956), M.1. Kanaesa (1963, 1966, 1970, 2000), M.C. Tussiposa (1964),
JL.A. Basixepa (1965, 1976), a Taxxke A. Ilanuena (Panchen, 1994) npocie-
JKeHA UCTOPHSI PA3BUTUSI TIPEICTABIEHUI O TOMOJIOTUSIX Y AaHAJIOTUSIX OT BO3-
3penwuii [TmaTona, KOTOPOMY ITPUHAJIEKUT UESA <OOIIETO TUIIA», U €T0 yde-
HUKa ApucToTesist (aBTOpa TEPMUHA «aHAJIOTUS» ) /10 BTOPOU MOJIOBUHBI X X
B. CMBICJI, KOTOPBII BKJIQJIBIBAJIN Pa3Hble MbICJUTENU, (hUI0codbl 1 HATYpa-
JIUCTBI B JIAHHBIE TOHATUSI, HEIPEPBIBHO MEHSJICS HA TIPOTSIKEHUN BCell UC-
TOPUU Pa3BUTH MOPMOJIOTHH U CPABHUTEJIBHOWM aHATOMUM, U 9TOT TIPOIIECC
MpoloJKaeTcsl B HaIM [HU. [lokazaTeseH TepMUHOJOTUUECKUN CJI0BAPD
oTpesiesIeHU TOHATUI aHAJIOTUU U TOMOJIOTHH, cocTaBiaeHHbIH JI.A. Bsaxe-
poM (1965), KOTOPBIil BKITIOYAET 45 TO3UITII, OTPAKAIOIIINX CMBICIOBBIE OT-
TEHKHU W HIOAHCHI MTOHUMAHUS TIPUHITUTIOB MOP(MOIOTUIECKOTO COOTBETCTBUS
PasHBIMU TTKOJaMU MOP(hOJIOTroB. B mocsieiHIe TObI 3TOT CIUCOK GBI [0~
nosiHed FO.B. Mamkaesbim (2001) emte 10 mo3ummsiMu ¢ y4eToM METO0IO-
ruvecKux 3amedannii, Boickazanubix B.H. Beksemuriiesoim (1994).

HauboJiee moJIHO HCTOKM TIPEICTABIECHII 0 MOP(MOIOTHIECKUX COOT-
BeTCTBUAX Usaoxkenbl B 0030pe JI.S. Basaxepa (1965). CiioB0o «romMosiorny-
HBII» STUMOJIOTUYECKH TPOUCXOUT OT IPEYECKOTO < OHOAOYOL » — Ha3bIBa-
FOIUICS OTHUM M TE€M JKe CJIOBOM, UJIM O/ITHOMMEHHBIN. B Hay4YHOIT cpaBHNI-
TeJTHHO-aHATOMUYECKON JINTEPATyPe TTEPBOHAYATHHO HCITOTH30BATOCH CIIO-
BO «aHAJIOTMYHBIIT» (OT TPEYECKOro « avokoyols — COOTBETCTBYIOIINIA, CO-
pasMepHbIit), KOTOPOE BKJIIOYAIO B ceOst U «TOMOJIOTHIO> B HoJiee MO3HEM
nounManuu. Tak, Apuctorenb B Tpyme «O YaCTAX KUBOTHBIX» HA3bIBAJ
«aHAJIOTaMU» YaCTH TeJia, «06aaatonue T’ JKe CUIIoi», T.e. UMEIOIne
OJIHO U TO ’Ke 3HAYEHHe [[JIT OPraHu3Ma, B COBPEMEHHOM TTOHMMAaHUU —
dynximio. [Ipur aToM «ananorusi» ApUCTOTENST YACTUIHO OXBATHIBATA HE
TOJIBKO (DYHKIIMOHATBHOE, HO M1 MOP(OJIOTUIeCKOe COOTBETCTBIE, KOTOPOE
BITOCJIE/ICTBUU ¥ TIOJIYYUJIO HA3BAHKE <TOMOJIOTHHS.
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Xoporio ussecTHO, uto eite Tanen (11 B. #.3.) B counHennn «O06 ymoT-
pebIeHn T YacTel YeT0BEYECKOTO Teslay TIPOBOINI COTIOCTABIEHNE CTPOEHMST
PYKH U HOTH UeJIOBeKa, a TAK)Ke CPABHUBAJ KOHEUHOCTH YeJIOBEKa ¢ KOHEU-
HOCTSIMU SKMUBOTHBIX. COOTBETCTBUS OPTAHOB YETOBEKA U JKUBOTHBIX HE MOT-
JIN OCTAThCS HE3aMEUEHHBIMU TAKON Pa3HOCTOPOHHE Pa3BUTON U XY/I0Ke-
CTBEHHO OJIapEHHOI JIMYHOCTHIO, Kak Jleonapo ga Bunuu (XV B.). 10 co-
BEPIIEHHO YETKO TIPOCIEKMBAETCS KaK HA €0 PUCYHKAX, TaK U B €CTECCTBEH-
HOHAYYHBIX TIPOU3BEICHUSIX, OJHAKO PYKOMUCH MOCJTETHUX ObLIN OImyOJIH-
KOBaHbI Jiuiih B XX B. 1 He ObLIN U3BECTHBI cOBpeMeHHUKaM. OUueBUIHO
MO9TOMY TIEPBOiT 0GPasHON MILTFOCTPAIIEN TPUHITAIIA TOMOJIOTHY KaK BeJh-
vaiitero 06001eHIs B aHATOMIH cunTatoTcest pucyHku [Ibepa Besora (XVI
B.), Ha KOTOPBIX IEMOHCTPUPYETCS COMOCTABJIECHUE CKEJIETOB YeJoBeKa 1
MITHIII, H300PAKEHHBIX B OJIMHAKOBOM Maciitabe U B OJHOU U TO¥ e o3¢,
xoTst caM Besion u He ynorpebsisit atoro Tepmuna (Bisixep, 1965).

Mmuorue pumocodsbl 1 ecTeCTBOUCTIBITATETTN STTOXU Bo3poskaeHns —
Dpencuc bakon B «HoBom opranones», Mapko Aspenno Cesepuro B «/le-
MokpuToBoit 3ooTomums (XVII B.), JKop:xk-Jlyn Biodhdon B «EcTecTBen-
Hott uctopun» (cepenuna XVIII B.), [lerpyc Kamiiep B MHOTOUNCIEHHBIX
cratbsx o BpaueBanun u Demke Buk 1° Asup B «Tpakrare mo anatomun
..» (xonery XVIII B.), Kopsxk KioBbe B «JIeKIMSX 110 CPAaBHUTETHLHON aHa-
tomun» (pybex XVIII u XIX BB.) — B Toil i WHOU (popme oTMeUaH
Mopdosorndeckoe mogobue YeoBeKa U Pa3JIUIHBIX BULOB KUBOTHBIX,
ouYeHb GJIUBKO TMOAXO/SA K BEIPAKEHUIO TPUHITMIIA TOMOJOTHHU, OJTHAKO
JlaJTbIlle BCeX MTPOIBUHYJINCH B 9TOM HanpaBiaennu Norann Boabdranr Téte
n Iteen Kodhdpya Cenr-Unep. B wactnocTn, [€re npunamiexut oTkpol-
THE MEXKUYETIOCTHON KOCTH Y YeJI0BEKA, ChITPABIIEe BIIOCIEACTBUN OOJTb-
IIyIO POJIb B IOKA3ATETBCTBE €T0 POJICTBA C MUPOM SKUBOTHBIX.

VcTOpUKY HAYKH CYUTAIOT, YTO BBEIEHNE COOCTBEHHO TOMOJIOTHYEC-
KOr'0 METO/Ia B CPABHUTEIbHYIO aHATOMUIO SIBJISIETCS 3ACJAYyTroil JTheHa
Kobdpya Cenrt-Unepa (Ammunckuii, 1955, Kanaes, 1963, 1966, 2000;
Busaxep, 1965, 1976). Ha ocHoBe cOOCTBEHHBIX CPAaBHUTEIbHO-aHATOMUYEC-
KUX 1 9MOPHOTIOTHYECKUX UCCIEIOBAHNUI CKeJleTa, i 0COOEHHO Yepera pas-
HBIX KJIACCOB MMO3BOHOYHBIX, sKoddpya Cent-Uiep nmputiies K TOHUMAHUIO
CKPBITOTO CXOJICTBA M€Ky OPTaHAMH, BBIPAKAIOIIETOCs He B UX BHEIITHEM
BUJIC ¥ HE B X (DYHKIMH, a B Gosiee TIIy6OKOM CTPYKTYPHOM MOA06UN 1
TIOCTOSTHCTBE TOMOrPahUIECKUX OTHONIEHUH MeKIy HUMHU. ITH 060061I1e-
HUSI, BOIIE/IINE B ICTOPUIO KaK «TEOPUsI AaHATIOTOBY U «IIPUHITUT CBI3€i»,
61T ChOPMYTUPOBAHDI IM B PSIJIE CIIEIMANBHBIX CTaTel, a 3aTeM BOTIIN B
aByxToMHuyIio «Dunocoduio anaromun» (Geoffroy St.-Hilaire, 1818, 1822).
N.E. Amuuncknii (1955) cupasemiBo otmedaer, uto sKoddpya Cenr-
Wnep Ha3pIBas aHaIOTHEN TO, UYTO BIOCTIEACTBUU MTOJYYNIO HAMMEHOBAHNUE
romosiorun. [Ipu aToM cpaBHEHHE OIHOPOIHBIX YACTEN Y PA3JIUYHBIX JKU-
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BoTHBIX CeHT-Wtep Ha3hIBaJ «HAYKOHM aHATIOTHI Y, a CPAaBHEHME CXOIHBIX
WJIM TTIOBTOPSTIONINXCST YacTe y OJJHOTO 1 TOTO K€ JKMBOTHOTO — «HAYKOH
TOMOJIOTHIi», T. €. OH MBITAJICS C TOMOIIHIO TEPMUHOB aHAJIOTUS W TOMOJIO-
TUST PA3TPAHWYUTD MOHSATHS, KOTOPbIe To3Hee P. Oyan Ha3zBas 4acTHON 1
cepuasibHoil romosorueii. Onnako ['éte u Cent-Wiep cuutaioTces JUlb
MpeiTedaMy TIOHATUS TOMOJIOTHH.

OTyeTiMBOE TPOTUBOTIOCTABJIEHNE TIOHATUH aHATOTUI W TOMOJIOTAN
TTPOM30TIIJIO B KOHIlE TIepBOH 1os0BMHBI X1X B. 1 npnHagiexut Puyapry
Oysny. B cioBape TepMUHOB, TPUIOKEHHOM K «JIEKITUSAM IO CPaBHUTEITh-
HOU aHATOMUK U (HPU3HOTOTHE OECTIO3BOHOUHBIX>, OH BIIEPBbIE JaJl CIIEIY-
ONIHE ONpe/leIeHNs aHAJIOTHH W TOMOJIOTHW: <« AHasorust. YacTh uim opran
Y OJIHOTO KUBOTHOTO, KOTOPbIe 00JIaIal0T TO jKe caMoil (hyHKIHel, Kak
YacTh WJIN OPTaH JIPYTOTO KUBOTHOTO»; «[omosiornsg. OIuH u TOT JKe opran
Y PasJIMYHBIX JKHBOTHBIX TIPH JII060M pazHooOpasuu ero (hopMbl U (HyHK-
mun» (Owen, 1843, nut. mo basixep, 1965, c. 145).

Tomozormio OyaH TOAPA3IETILT Ha 00UYI0, CHEUUATLHYIO T CEPUATLHYIO.

«O061I1ast TOMOJIOTHSI — CTPYKTYPHOE CXOACTBO TOW MJIH UHOU OTIIEITh-
HOU YaCcTH WM OpraHa ¢ BOOOPaKaeMbIM UJIU UACATBbHBIM THITOM (apxemil-
noMm) TaKMX 4acTell opraHn3Ma.

CepuasibHast TOMOJIOTHS, WJTH TOMOTHIINS, — CTPYKTYPHOE COOTBET-
CTBUE YacTel, pacoJOKEHHBIX BIOJIb OCEH TeJia 0JJHOTO WHIUBUYYMa.

YacTHas rOMOJIOTHUS — CTPYKTYPHOE COBIIA/IEHNE COOTBETCTBYIONINX
yacTell Tesa pa3HbIx oprannamMoBs> (Tam xe).

P. Oyan npuies kK 3akII04€HNIO, YTO B OCHOBE YACTHBIX TOMOJIOTH
JIEKUT 06ITast TOMOJIOTHS, T. €. HATMIHE W/ICaTbHOTO 00pasIia, WIN «apXeTH-
mas, BCeX MO3BOHOYHBIX JKUBOTHBIX, IIPU 3TOM OH Pa3/leJiai uieio Hen3MeH-
HOCTH JKUBBIX CYIIIECTB ¥ OTPHUIIAT BOSMOKHOCTh KAKUX-JTHOO 9BOJIOIHOH-
HBIX Tpeobpazosanmii. I10 aToil TpUYHHe ero BO33pPEHUsT NCTOPUKAMH HAYKI
OTHECEHBI K UICATUCTUYECKOMY MIEPUOLY PA3BUTHSA MOPHOJIOTHN BOOOIIIE 1
nonsiTust romosioruu B yactHoctr (Kanaes, 1963; Basixep, 1965). Unen P.
OysHa 0 TOMOJIOTHH TIOJIYYHJIN JJasibHekHIIee pa3BUTHE B TPYIAX TAaKUX KPYyII-
HBIX MOpGo0roB, Kak Tenpux bpoun, Kapa Ieren6ayp u Ipucer [ekkenb
(Bronn, 1858; Gegenbaur, 1859; Haeckel, 1866; 1. rmo: Bexnemumies, 1994).
Hampumep, I Bponn npesioskuit cBoio TPaKTOBKY TEPMUHOB M HA3BaJl 20M0-
HOMHbBIMY OPTAHBI, TOCTPOEHHBIE 110 efuHOMY TTany (romotunuu OyaHa),
20MOMUNHBIMY — AHTUMEPBI, JIEKAIINE O 00€ CTOPOHBI OT TJIOCKOCTH CUM-
METPUH, 20MOHUMHBIMU — MeTaMepbl. J. [eKKesb B CBOIO o4yepe/ib pa3ien
TOMOTHUIIMN HA 20MOOUHAMUY - YACTH OJIHON 0COOU, PACTIONIOKEHHBIE BIIOJb
IPOIOJIBHON OCH TeJia, U 20MOHOMUYU — BOKPYT ITOTIEPEYHOI OCH UJIU MHOM,
nobounoit ocu Tema. K. Terenbayp takike BBIZEISIT OOIIYIO U CIIEIUATBHYIO
TOMOJIOTHIO, HO MHave, yeM P. Oyan. O61eii ToMooTreii OH Ha3biBa MOJI0-
Guie yacTeil BHYTPH OJ[HOTO M TOTO JK€ OPTaHU3Ma ¥ TIOJIPA3/IEIIIT €€ HA YeThI-
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pe (hOPMBL: 20MOMUNUI, 20MOOUHAMUIO, 2OMOHOMUKX T 20MOHUMUIO. TOMOTH-
muto Tererbayp Besen 3a BporHOM TIOHUMAT yike, dueM OyaH, pactipoCTPaHsist
ee JINTIIH Ha CXOICTBO aHTUMePHBIX cTPYKTYp (DBeknemues, 1994; JTay6ux-
Jsiep, Maiienmnaii, 2004). TereH6aypoBcKast TOMOTHITHST COCTABJISIET JIMIIID a-
CTHBIN cirydait 0yaHOBCKO. OH BBIZIEJUI TaKKe CIIEIUATBHYIO TOMOJIOTHIO,
rie 00beINHSLT TOMOJIOTUU, OTHOCSTIIUECS] K CPABHEHUIO PA3HBIX OPTaHM3-
MOB, 1 BKJTIOUNJI CI0/Ia TIOHATHS NOAHOU W Henoamoti romosiorun. [losnas ro-
MOJIOTHST TIOZ[PA3yMeBaeT MPUCYTCTBHE BCEX YaCTel opraHa, aske (hyHKITHO-
HaJIbHO N3MEHEHHBIX. [Ipr HemoHOol crienma bHON TOMOJIOTUN OPTaH MOKET
UMeTh JINGO JTOTOMHUTEIbHBIE (AyTMEHTATUBHASI TOMOJIOTHS ), JTNOO OTCYT-
ctByfortue (leheKTHass TOMOJIOTHUS ) YACTH.

Cuerytotuii Iepuo;i B pa3BUTHH MPEICTABIEHNN O TOMOJIOTUU 1 aHa-
JIOTWH CBsI3aH ¢ TBopuecTBOM Yapsbsa /lapBuHa U BHEAPEHUEM B OMOJIO-
TUIO 3BOJIOMTMOHHGBIX nieit. [lo Muenmio /lapBrHa, TOMOJIOTHIHOE CXOICTBO
OPTaHOB Pa3HBIX BUJOB (crenuanabHas romosorus mo OysHy) U UX COOT-
BETCTBHE «00MIeMY TTaHy» (001Iast TOMOJIOTHUST) 00BSICHSIIOTCST OOITHOCTHIO
UX TIPOUCXOKIEHUS, NN «KPOBHBIM» POACTBOM. [Ipu aTom /lapBun oTMme-
YaJs, 9TO JIJIsl yCTAHOBJIEHUS HEMOCPEACTBEHHOTO POJICTBA BAXKHBI HE TTPHU-
CIIOCOOUTENbHBIE OPTaHbl, OOHAPY KUBAOIINE (DYHKITMOHAIBHOE CXOJCTBO
ZIPYT C IPYTOM, a, HATPOTUB, OPTAHbI, 4aCTO (hYHKITMOHATHLHO HECXOIHBIE
WK laKe TIPaKTHUeCKH He(pyHKIIMOHUPYIolre — pyauMeHTaphbie. OOpa-
Masich K IPUMEpPaM «aHAJOTUUHBIX CBOWCTB», /lapBUH TOIUEePKUBAET UX
IPUCIIOCOOUTENbHBIN XapakTep: «KoHeuHO, JKUBOTHbIE, IPUHAIEKAIINE K
BECHbMa PA3JTUIHBIM JIMHUSAM MTPOUCXOKIEHUS, MOTJIH OKA3aThCsT TIPUCIIO-
cOGJNIEHHBIMU K CXOJHBIM YCJIOBHAM ¥ II09TOMY HpUOGpecTr 60IbIIoe
BHEIIIHEE CXOJICTBO, HO TAKOTO POJIa CXOJICTBO He YKA3bIBAET HA KPOBHOE
POJICTBO, a, ckopee, ckpbiBaeT eroy (lapsun, 1991, c. 368).

JlapBUH IpUHUMAJ U CYTIIECTBOBaHNE CEPUATBHON FOMOJIOTUY TIPU
CpaBHEHUM Pa3HbIX YacTeil 1 OPraHoOB y OAHOMU U TOii ke 0coOU 1 00bICHI
ee BO3HUKHOBEHUE C MO3UIUI yUeHUs 0 ecTecTBeHHOM oTOope. I1o ero
MHEHUIO, CEPUATIHHBIE OPraHbl PA3BUBAIOTCS N3 MHOKECTBEHHBIX 3aKJIAJIOK,
CXOJIHBIX 110 CTPOEHUIO, U TIPEACTABJIAIOT MaTePHaJI /IS IIPUCIOCOOTEHIS K
PasIMYHbIM (DYHKIHMOHAABHBIM OTPEOHOCTSIM. MHOKECTBEHHbIE OPraHbl,
HECMOTPS Ha CIeNU(UKY BBITTOTHIEMbIX (QDYHKIINI, BCE K€ COXPAHSIOT
CXOJICTBO B OCHOBHBIX Y€pPTaX, TAK KaK OHU Pa3BUJIKMCh 13 KJIETOK, 00aja-
IONIX OJHMMU ¥ TEMU K€ HaCJeJCTBEHHBIMU 0COOeHHOCTAMN. « Takue ya-
CTH, UBMEHUBILIKCH O0Jiee UM MeHee, HO He YTPATUB €Ile CJIEL0B CBOEro
00I1Iero MPOUCXOKIEHNS, CTaNN YaCTSIMU CEPUaJbHO TOMOJIOTUIHBIMU»
(Hapsun, 1991. ctp. 378.).

WuTepecto, ofHako, 4to /lapBuH MpOHHUIATETHHO OTMEYAET OTHOCHTETb-
HBII XapakTep OTJUYNN TOMOJIOTHYHBIX 00pa30BaHUI OT aHAIOTHYHBIX, TaK
KaK IIepBbIe YKa3bIBAIOT Ha HEIIOCPEACTBEHHOE, JOCTATOUHO OJIU3KOE POACTBO,
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a TOCJIE/IHIE CBU/IETETLCTBYIOT O CXO/HBIX TYTSX MPUCTTOCOOJIEHUST CHCTEMA-
TUUYECKU JAJIEKUX (POPM, UTO B CBOIO OUEPEIh TOKE MOKET OBITH OOBSICHEHO
POZLCTBOM, XOTs U GoJiee oTaanseHHbiM. B yactHoctn, Japsun (1991, c. 369)
ITUIIET: «...9JIEHBI OJHOTO U TOTO K€ KJIACCA, XOTSI CBSI3AHHBIE TOJIBKO OTIAJIEH-
HBIM POJICTBOM, YHACJIEIOBAJIN TAK MHOTO OOIIETO B UX CTPOEHUH, UTO CIIOCO0-
HbI 1101 BJINAHNEM CXOTHBIX HO6y>K[[aIOH_H/IX MIPpUYMH 1 USMEHATDHCA CXOTHBIM
06pasoM, a aTo, OUEBUIHO, GYIET CIIOCOOCTBOBAT TPUOOPETEHHIO ITyTEM €CTe-
CTBEHHOTO 0TOOPA YaCTel M OPTaHOB, BECbMa MOXOKIX JIPYT HA JIPYTa, He3a-
BUCHUMO OT IIPSIMON YHACJIEIOBAHHOCTH OT 0011IeTo mpekay. Kak ussecTHo, B
TOCTIEIYFOIIEM 9BOJTIOIIMOHUCTBI, B yacTHOCTH JpHCT Texkkennb u Kapar TerenOa-
yp, Beien 3a JlapBUHOM OOBSICHSIIA TOMOJIOTUYHOE CXO/ICTBO TEHEAJIOTHYEC-
KM PO/ICTBOM U CUNUTAJIN TOMOJIOTUYHBIMIU T€ OPTAaHbI, KOTOPbIE «BOCXO/IAT K
COOTBETCTBYIOIEMY OPTaHY OOIIIX PEIKOBS.

[TpusHaHUe 9BOMOIUE MOTPEOOBATIO IOMOJHUTH MOHATHAE «TOMOJIO-
THUA» HOBBIMU IMMOHATHUAMN U BBECTU HOBBIC TEPDMUHDI. BHCCB TIpeX/ie Bce-
T0 HEOOXOAUMO YIOMSHYTh aHTJIHICKOTO 3000Ta Pes JlaHkecTepa ¥ €ro
crarbio «O06 ynorpebiaerun tepmuna romosiorusi> (Lankester, 1870; tur.
mo: Kanaes, 1966, c. 115), B KOTOpO#t OH TIPEATOKIT 3aMEHUTD CTapBIii Tep-
MUWH «TOMOJIOTUA» ABYMS HOBBIMU — «TOMOT€HUA» U «<TOMOILJIA3USA». Tomo-
TEHETUYHbIMH, 110 MHCHUIO ]IaHKeCTepa, MOTyT 6bITb Ha3BaHbl «CTPYKTYPDI,
KOTOPbIE TEHETHYECKH CBSI3aHbBI, B TOM CMBICJIE, UTO Y 0OIIEro TMpeaKa OHK
GBIV TIPEICTABICHBI OHUM opranoM» (Tam ske). B kauecTBe mpuMepoB OH
IPUBOJUT YEThIPe KOHEYHOCTH BCEX ITO3BOHOYHBIX, JIETKHME MJIEKOTTHTAIO-
I[ErO U TIABATEIBHBIN MY3bIPh PHIOKI U T.71. [OMOTIACTHYECKIM CXOACTBOM
JlankecTep Ha3bIBaeT ciayyau, <KOTJa UAEHTUIHBIE, NN OUYEHb TIOX0XKUE,
(hakTOpbl MK JKe OKPYKAIONINeE YCIOBUs ACHCTBYIOT Ha JBE WK GOJIbIee
YUCIIO YacTell OpraHnu3Ma, KOTOPbIE B TOYHOCTH WU MPUOGTUIUTETBHO T10-
XOJKH, ¥ TIOJTYYAIOIIHECs UBMEHEHHUS Pa3HBIX YacTeil 6yyT TOUHO WU TPH-
OsusuTenbHo moxoxu» (Tam ke). [TpuMepaMu roOMOILIA3UI CITyKAT HKeJTy-
TOYKW CepIa MTHUIL M MIEKOMUTAIONNX: TPABBIN JKeTyI0UeK MTUIIBI He
TOMOTEHETHYEH, a JIUIIb TOMOILJIACTUYEH MTPABOMY JKeJIYIOUKY MJIEKOTTHTA-
IOTIETO0, TaK JKe KaK ¥ JIEBBII JKeJTyI0U€eK TTUIBI — JIEBOMY JKeTyA0UKYy MJIe-
komnuramoriero. Cornocrasienue BbickasdbiBannii Jlapsuna u Jlamkecrepa
JIaeT OCHOBAHUE 3aKJIIOYUTh, YTO AaHAJOTUYHOE CXO/CTBO y /lapBuHa cooT-
BETCTBYET FOMOILJIACTUYECCKOMY CXOJICTBY JlaHKkecTepa — B 000UX CIydasx
peub UeT O CXOJCTBE, BOSHUKAIONIEM HA OCHOBE 0MOAIEHH020 POJICTBA.
Ito npsamo nipusHaet u caMm Jlapsun B XIV riase «IIponcxosknenns Bumos
.» ([lapsun, 1991, c. 378).

OpHaKo KPUTHKH U TPOTUBHIKH 9BOTIOIMOHN3MA YCMATPUBAIN B PAC-
CYKJIEHUSIX €T0 CTOPOHHUKOB TIOPOYHBIN KPYT — circulus vitiosus: ¢ opnoi
CTOPOHBI, TOMOJIOTHST 0OBSICHSETCST OOTHOCTBIO MTPOUCXOKICHNUS, a C APYTOi
— 0 TIPOMCXOKAEHNN KaK Pa3 U CyISAT HA OCHOBAHUM FOMOJIOTUH, TOPA37I0
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6oJiee Ba)KHOM UM MIPEACTABJISIACH PazpabOTKa KPUTEPUEB OTPEIETICHUSI
romoJioruii (Boyden, 1947). TTo MHeHUIO HeMeI[KOro aHaToMa Aosibdha Pe-
mane (Remane, 1956), He CTOMT CMENIMBATH TEOPETUYECKOE «OOBACHEHUE>
TMOHATHUS ¢ METOIUIECKUMU KPUTEPHUSIMU BBISBJICHIS TOMOJIOTHIA.

C pasBUTHEM CPAaBHUTEIHHON SMOPHOJIOTHU HACTYITHI KaueCTBEHHO
HOBBIH 3Tall, KOT/Ia BaXKHEHITNM KPpUTEepHeM FOMOJIOTUN CTaJl OHTOTeHe3,
KOTOPOMY HauaJiit TIPUIaBaTh OOJIBINIOE 3HAUEHE TPY BhIICHEHUH (hriore-
Hesa. [Tokazarenbusl cioBa [exKess, 4TO «MCTUHHAS TOMOJIOTUS MOXKET
WMETDb MECTO JIUTIh MEKTY TAKUMU JIBYMST 9aCTSIMH, KOTOPbIE BO3HUKJIIN U3
OJIMHAKOBOTO TIePBOHAUAIBHOTO 3auaTka (Anlagen) u B TeueHre BpeMeHM
Gaaromapst auddepernualy yaaauauch apyr ot apyras» (Haeckel, 1866,
Bd. I, S. 314; uur. no: Kanaes, 1966). Mrtax, ec/in 0CHOBOIIOJIATAIOLIMM TIPH-
3HAKOM OYHOBCKOTO TIOHUMAHWS TOMOJIOTUU CUUTATIOCH OTHOCUTEIbHO
OJIMHAKOBOE MECTO OPTaHa y IBYX OPTaHU3MOB, IIOCTPOCHHBIX 110 €IUHOMY
MJIAHY, TO [ TEKKEJIEBCKOTO TTOHUMAHUS TOMOJIOTHY Ba)KHEHTIIUM KpUTe-
pHEM CTaJi0 Pa3BUTHE U3 PABHO3HAYHBIX 3aUaTKOB, MMEBIIUXCS Y OOIIETO
npenka (Kanaes, 1966).

HoBbrit kpusuc moHATHS TOMOJIOTTN BO3HUK Ha rpann XIX 1 XX BB.
B CBS3U C Pa3BUTHEM MEXaHWKU PAa3BUTHS, Kay3aJTbHO U3yJaloliel mpotiec-
cBbl 00Pa30BAHUST OPIaHOB W YacTell JKUBOTHBIX. SIPKUMU MIPEICTABUTEISIMIE
storo HanpasJenus Obun [are HIneman u Kacrap @puapux Bosbd. [pu-
YUHHBIN CIIOCO6 PACCMOTPEHVST SIBJICHUH MOBJIMSI U Ha TIOHUMaHUE TIPUPO-
ZTBl TOMOJIOTHYECKOTO CXOJICTBA. B 9TO BpeMsI cTaiu n3BeCTHBI PE3YJIBTAThI
ombITOB Bosiba 10 perenepaiun Xpycrajanka B IJia3y TPUTOHA HA MeCTe
YIaJIEHHOTO, KOT/Ia HOBBIN XPYCTAJTHK BO3HUKAJ HEe M3 POTOBUIIBI, KAaK B
npoliecce HOPMAJbHOTO PA3BUTHS, & 3 COBEPIIEHHO MHOTO UCXOIHOTO
Marepuaga — Kpast pajykHoit obosoukn. Onrcano MHOTO (haKkToB, MOK00-
HBIX YITOMSHYTOMY BBIIIIE CJYYAI0 PETeHEePAINY XPYCTATIKA, KOTOPBIE YKa-
3BIBAJIN HA 3AMEHY B OPTaHAX OJHUX CTPYKTYPHBIX MAaTEPUAIOB APYTUMU
6e3 HapyUIeHUsT TOMOJIOTHN OPTaHOB, KaK, HApUMep, uccaeaoBanust B.M.
[MTumkeBuya (1908 1.) 0 3aMeHe 9HTOEPMBI IKTOIEPMOI B KUIIIETHUKE Y
PasHBIX JKMBOTHBIX — sIBICHUE METOpH3Kca. MHOKeCTBO (aKTOB CyOCTUTY-
IWH, T.€. TOJICTAHOBKU WJIM 3aMEHBI OTHUX 00Pa3oBaHuUil APYTUMHU, TOAPOO-
Ho paso6pano I1.T. CeernosbiM (1959). T npuMepsl IIOKa3aIl OTHOCH-
TeJbHOCTh OHTOTEHETUYECKOTO KPUTEPUs TOMOJIOTH3AINI: Kay3aJbHbII
METOJI TPUBE MOP(OJIOTHIO B TYMHK, HOO B IAHHOM CJIy4Yae MOHITAE TOMO-
JIOTUH «Kak Obl pacTasijio u ucuesno» (Spemann, 1915; mut. mo: Kanaes,
1966, c. 120). ITo muenuto .M. Kanaea, aT0 cBsI3aHO € TEM, UTO U3HAUAIIb-
HO TIOHSITHE TOMOJIOTHH BO3HUKJIO U3 PACCMOTPEHUS OPraHu3Ma Kak I1eJIo-
CTHOH CHCTEMBI, B KOTOPOI TOMOJIOTUYHBIE YACTU 3aHUMAIOT OIPEIeTIEHHOEe
MECTO, & MaTePHaJl, U3 KOTOPOTO MOCTPOEHBI ATH YACTH, HE UMEET pelaro-
IIETO 3HAYEHUS JIJIsT TIOHUMAHUS CYIIECTBA TOMOJIOTHH.
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[lanpHeliniee pa3BuTHe MTOHATHE TOMOJIOTHH TIOJYYNJIO B TEOpeTUYec-
KUX TPyZlax KpyIHeiniero poccuiickoro 3oosora B.H. Beknemuesa. B3sis
32 OCHOBY OY9HOBCKYIO KJIaCCU(DUKAIINIO TOMOJIOTHI, OH aKIEHTUPYeT BHU-
MaHUe Ha TIOHATUN CEPUITHON TOMOJIOTUH, UJIK TOMOTHUITNN, ¥ CIUTAET, UTO
OHa TaksKe OKHA OBITH MOIpasesieHa Ha 00IIyIo 1 YaCTHYIO: «TOMOTHITHS,
TaK JKe KaK U TOMOJIOTHSI, MOKET OBITh ¥ CIIEIMAIbHOM, 1 00TIIel; 4acTh /-
HOTO OPTAHU3MA, KAK U YaCTH Pa3INYHbIX OPraHM3MOB, MOTYT OBITh MO/BEIE-
HBI TIOJT OTTPe/IeJIEHHBIE TAKCOHOMUUECKHUE MTOHSATUST — 3TO 00TI[ast TOMOTHUIINS,
HO MOKHO TaKiKe MOJJYEPKHYTD CIIEIUATBHOE CXOJCTBO MEXK/LY IBYMS OTIpe-
JIEJIEHHBIMU KOMIIOHEHTAMU OJTHOTO TIEJIOTO — 9TO OY/IET CIEIMabHAst TOMO-
tunusi> (Beknemuties, 1994, c. 148). Kputepuem o61iieil rOMOTHITHI OH CUH-
TaeT MPUHAJIEKHOCTh OOBEKTA K OMPEIEICHHOMY TUITY WJIH KJIACCY KOHCT-
PYKTUBHBIX €JIMHUIL, KOTOPYIO MOKHO YCTAHOBUTD TOJHKO HA OCHOBAHWHT
OTIEHKHU CYMMBI CXOJZICTB M OTJINYUI BCell COBOKYITHOCTH ITPU3HAKOB. [omoTn-
THST MOJKET OBITH BBIPAKEHA B PA3HOM CTEMIEHU: YeM HUKE TOPSIIOK TAKCOHO-
MUYECKOU TPYMIbl (Pedb UeT O Kiaccax MOP(POTOTHIECKUX CTPYKTYP), K
KOTOPOIT OTHOCSITCSI CPaBHUBaeMble 00BEKTHI, TEM TeCHeE TIPOSIBJISIETCS X
romortunust. B.H. Bexknemuiies nucan: «...BCIKHE IB€ KJI€TKU TOMOTUIINYHBI,
HO TOMOTHTIHS IBYX HEWPOHOB — TecHee, a JIBYX KJIeToK I[lypkuHbe — TecHee
toro» (Tam xe, ctp. 146). Kpome TOTrO, OH CYUTAJ, UTO MTOHSITHE TOMOTUTII
TaKIKe JIOJDKHO PACTIPOCTPAHSTHCS HE TOBKO Ha YaCTH 001020 OPTaHU3Ma, HO
1 Ha CXOJICTBO YacTell paduvix opraHnaMoB. OIHAKO B 9TOM cJrydae IpH CpaB-
HEHUU KOHCTPYKTUBHO CJIOKHBIX OOBEKTOB OH TIPEJITIOKUI PA3TIMIaTh mek-
MOJ0ZUMECKULL I APXUMEKMOHUYECKUL ACTICKTDI.

B TexTon0rMYecKoM acneKkTe OIHOTUITHBIE TI0 CBOEMY CTPOEHUIO («T0-
MOTUTIMYHBIC» B oHUManuy QysHa) 0ObEKTHl MHTEPECYIOT MCCIE0BATES
TOJILKO caM¥ TI0 cebe MM KaK COCTABHbBIEC YACTH CPABHUBAEMBIX KOHCTPYK-
Ui, 6e3 yuera ux MoJIOKEHUS B 1eJI0i KOHCTPYKITMHN, YaCTIMU KOTOPOiT OHI
apagiores. [lozaaee 10.B. Mamkaes (2001) HazoBeT aTOT aTar nccieaoBa-
HUST aHATTUTUYIECKUM: OOBEKTBI PA3JIATaloTCsA HA COCTABHBIE YACTH, KOTOPbIE
CPaBHUBAIOTCS U COPTUPYIOTCS TI0 CBOMM CIIEIU(UUECKUM 0COOEHHOCTSIM,
KJ1accU(UIUPYIOTCS IO TUIIAM U BBISCHAIOTCA CBsA3U Mexay HuMH. Coctas
HIIEMEHTOB 1 HAOOP CBSI3EH MEXKIY HUMU OTIPEAEIAIOT CIMpyKmypy OObeKTa.

Harpotus, ¢ apXUTEeKTOHNYECKON TOUKHU 3PEHU IJIABHYIO POJIb UTPa-
€T UMEHHO OTIpejieJieHUe MeCTa, KOTOPoe 3aHMMAaIOT 3TH 4YaCTH B KOHCTPYK-
I[U1, pACCMAaTPUBAEMOH KaK I[eJIoe, T.e. 3TO CUHTeTHYecKas oreparus, Kor-
J1a TIeJI0e PEKOHCTPYUPYETCS U3 YacTel, Ha KOTOPBIE OHO GBIJIO MBICIEHHO
pacujieHeHO Ha TIPEABIIYIIEeM dTane. ITOT TOAX0/] TPU3BaH BBISBUTD U CO-
MOCTABUTH TIJTAHBI CTPOCHUST 0OBEKTOB, X MPUHITUITHATBHYIO CXEMY, VN
apxumexmypy. Takum ob6pazom, B oramurie oT P. OyaHa, KOTOPBIN cunTal,
4TO TOMOTHUTINS SABJISICTCS] OJIHUM M3 YaCTHBIX CJIYYaeB FOMOJIOTHH BOOOIILE,
B.H. BeksiemuIieB HECKOJIBKO CMETIAET aKIEHThI U, HA0OOPOT, pacCMaTpH-
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BaeT COOCTBEHHO TOMOJIOTHIO KaK YACTHBIN CJIydail TOMOTUINH, @ UMEHHO,
KaK «apPXUTEKTOHUYIECKYIO TOMOTUIIUIOY.

ITo B.H. Beknemuriery (1994), roMOTHITHYHBIME OBIBAIOT YaCTH B
npejesnax OJusKaIero MpUHIMAaeMOTO BO BHUMaHUE 11eJI0TO, HallPUMep
manbIel 06enx pyK. B aToM cMbice 001eit roMoTuTned 001a1a10T Kaxe
BCe MaJIbIThl 00enX map KoHeuHocTei. OHAKO TP CPaBHEHUH I[EJION PYKH
C TeJION HOTOM TATBIBI KAXKION U3 HUX OYAYT ysKe He TOMOTUITIYIHDI, & TO-
MOJIOTUYHBI IPDYT IPYTY. HpI/I 9TOM [IJIA ABYX CXOIHBIX IIEJIbIX MBICJTUMO HE
TOJIBKO TOJTHOE TEKTOJIOTMYECKOE, HO U MTOJIHOE aPXUTEKTOHUYECKOE CXO/I-
CTBO IBYX CPABHUBAEMBIX YaCTell, TOT/Ia KAK B TIPEEIaX OJHOTO 1 TOTO JKe
1[EJIOTO TIOJTHOE APXUTEKTOHUYIECKOE CXOJICTBO MPU MJIEHTHYHOCTH 10JI0KE-
HUSI CBEJIOCH GBI K TPOCTOMY TOXKAECTBY 00X YacTeil. DTU MPUHIIATIL
OBLIM UCIIOJIb30BAHbI B JajibHeleM s Kiaccuduranuu Mophoaornuec-
Kkux cootBeTcTBUil 1 cxoacTB 0.B. Mamkaessim (2001).

1.2. COBPEMEHHOE COCTOSHUE IIPEJICTABJIEHUI
O IrOMOJIOTN U AHAJIOTNN

CoBpeMeHHast IUCKYCCHS O TPoGIeMaM TOMOJIOTHI KOHIEHTPUPYET-
Cs1 Ha OHTOJIOTYECKUX U AITICTEMOJIOTHYECKUX (THOCEOTIOTHYECKIX ) ACTIeK-
tax. [lo-nmpeskHeMy akTyasbHbI BOITPOCHL: YTO TAKOE TOMOJIOTHH, KaK X MOK-
HO BBIsIBUTH? B wactHoctH, 10.B. Mamkaes (2001) pa3BuBaet pajbiie pu-
BEJICHHYIO BBINIE crcTeMy B3TasioB B.H. Bexnemuiesa o mopdostormuec-
KX co0TBeTCTBUSAX. OH Pas/IessieT «<KOHCTPYKTUBHO-MOP(MOIOTHIECKUIT» U
«HCTOPUUYECKUIT» aCTIEKTBI PACCMOTPEHMST 0GBEKTOB U IPUBOIUT OPUTHHAb-
HbIE€ BEPpCUU CUCTEMATU3alln TEPDMUHOB 1 MOHSTUN JUUIA KaK0Tr0 U3 HUX.

B ocHOBY KOHCTPYKTUBHO-MOpdoorndeckoit kiaaccuduraruu 10.B.
Mawmkaes, kak 1 B.H. Bekiemniies, Takke moMeniaet HOHSITAE TOMOTUIINH,
BBIZIEJISAST CPEIU HUX TEKTOJOTMUYECKUE U APXUTEKTOHNYECKIE TOMOTHUIIUH,
KOTOPBIE B CBOIO OU€EPE/Ib MOJIpas3ieisieT Ha 001Ie 1 crerraabbie. O6uas
20M0I02UsL OTIPENETSIETCS KAK «00UWast 20MOMONHAS APXUMEKMOHULECKASL
eomomunust — TonorpahuIeckoe COOTBETCTBIE eUHII] PACCMATPUBAEMOTO
00'BEKTA TOKACCTBEHHBIM eIUHUIIAM 0000IIEHHO CXeMbl OpraHU3aIliu,
XapaKTepU3YIOIIeil JaHHBIH 00BEKT — eINHUIIAM €0 TJIaHA CTPOEHUST, MOP-
(homornaeckoro tnmas. «Cneyuanvnas 20Moa02us — CneyuaIbHas 20MOMon-
HAS APXUMEKMOHUECKAS 20MOMUNUS — COOTBETCTBIE, 0G03HAYAIONIEE O -
HAKOBOE IOJIOKEHNE KOHCTPYKTUBHO TOKIECTBEHHBIX [UHII B CPABHIBA-
eMbIx o0bekTax» (Mamkaes, 2001, c. 42, 43).

Kpowme toro, [0.B. MamkaeB yauTbIBaeT BO3MOKHOCTD N3MEHEHUS
MOJTOKEHTST JIeMeHTa B 00IIel cxeMe 11eroi KoHeTpyKimn. COOTBETCTBEH-
HO Ccpe/in apXUTEKTOHNYECKNUX TOMOTUIINN HapAaay ¢ TOMOTOITHBIMU OH
BBI/ICJIACT TETEPOTOIIHDBIE.
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C npyroit cTOPOHSBI, B aCTIeKTe MCTOPUIECKOTO PACCMOTPEHMUS, CBSI-
3aHHOTO ¢ OOBSICHEHUEM TIPUYNH BO3HUKHOBEHUSI CXOJICTB U COOTBETCTBHIA,
[O.B. MamKaeB paH;KUPYeT MOHSITHS, YK€ BBEICHHBIE B HAYYHBINH 00MXO K
HACTOSIIEMY BPEMEHH, TI0 CTEIIEHU OTPAKEHUST MU «9BOJIIOIIMOHHON 00Tl
HOCTHW CPaBHUBAEMbIX KOHCTPYKITNI». 1o/ TocsieiHelt oH MOHNMaeT «pas-
HOE COOTHOIIIEHUE B UX 9BOJIOIUN JIBYX OTPE3KOB MPOJICTTAHHOTO UMU UC-
TOPIYECKOTO Ty TH: OTPe3Ka, TIPOHIEHHOTO COBMECTHO, M OTPe3Ka, POoTiIeH-
HOTO WMH He3aBUCUMO JAPyT oT npyras (Tam ke, c. 43). B utore BoicTpau-
BAETCS PS/l TEPMUHOB OT «ITOJTHOW TOMOJIOTUW» JI0 <YUCTOW aHAJIOTUN».

Ha manr B3ry1s1/1, 9TH /1Ba BapHaHTa KIacCuMUKAIN, CKopee, 0TpaxKa-
10T (DEHOMEHOJIOTHYECK T (OTMCATeTbHBIN) 1 Kay3aabHbIH (0OBSICHUTEb-
HBII) TTOX0IbI K TIpobJieme. VIMeHHO 5T0 pasninune nogueprusai A, Pema-
ue (Remane, 1956).

Oobparmasich K 9Toil TeMe U aHATU3UPYST COBPEMEHHYIO cuTyarnmio, A.1.
[MMarankun (2002) Beaen 3a [latrepcornom (Patterson, 1982) npemmnaraer
METOIOJIOTUYECKH PA3IEIATh /[BA TPUHITUTTHATBHO PA3IMIHBIX TOHUMAHUS
TOMOJIOTUH: CMPYKMYPHO-MOPPOR02ZULECKOe, I MPAHCHOpMauuonioe, IMe-
IoIIiee JIeJI0 ¢ TOMOJIOTHEH Mopgonozuueckux cmpykmyp, i punozenemuuec-
Koe, NN maxcuieckoe, paccMaTpHUBaloliee TOMOJIOTHIO nPpU3Haxos. B mepBom
cydae TOMOJIOTHYHBIMU CUNTAIOTCS pasauuarujuecs Mopdosornieckne
CTPYKTYPBI Y PAa3HBIX BUIOB, TPEJICTABIISIONINE OJTHY 1 TY K€ YaCTh OPTaHU3-
Ma, BO BTOPOM — 00UHAKOBble TTPU3HAKU, YHACJIEOBAHHbBIE TAKCOHAME OT
obriero mpezika. B kakoii-to Mepe To mojipasiesieHue mepekInKaeTest ¢ yKe
YIOMUHABIIUMCS BBIIIIE TPOTUBOINIOCTABICHIEM ToMosioruu 110 OyaHy U ro-
Morenuu 1o Jlankectepy. ToT ske IPUHITUI JIEKUT B OCHOBE Pa3/ieIeHns ro-
MoJIoruii Ha Tonorpadudeckue u unorenernyeckne (Rieppel, 1980, 1988,
1990, 2007), nepeuunbie u Bropudnbie (de Pinna, 1991). K nepsoii karero-
pun e [Tunna oTHOCUT Kilaccryeckre OyaHOBCKHE FTOMOJIOTHH, KO BTOPOI —
IPU3HAKH, MPOIIEIINE «TeCT KOHTPYSHTHOCTH» B TIpoliecce (HUIoreHeTu-
geckoro ananuza. [locaentee yreepsxaenue 6yet 6oJee moapoGHO 0bCyKIe-
HO B pasjieJsie, TTOCBANIEHHOM IIPAKTUYECKUM KPUTEPUSM TOMOJIOTU3AIIH.

JlorraecknM TIPOJIOJIKEHIEM TIPEICTABICHUT TIEPBOTO THITA OBLIO BBE-
JieHue TIOHATUS apxemund Kak 11eJI0r0, COCTaBICHHOTO U3 TOMOJIOTHYHBIX
yacreil. VIMeHHO apXeTul coXpaHsieT KOHCTPYKTUBHYIO YCTOWYNUBOCTD ITPU
COTIOCTABJICHUHU PA3HBIX TAKCOHOB M B 9TOM CMBICJIE OH SBJISETCI UHCTPY-
MEHTOM cpaBHeHud BUOB. [lonATHe apxeTuna aeT BO3MOKHOCTD PaccMar-
PUBATH OPTAaHU3M C TOUYKHU 3PEHUS COCTABJISAIONINX €0 9BOJIOIMOHHO aBTO-
HomubIx yacteil. [To muenuio A.U. larankuna (2002), unes apxerumna B
Gopmymmposkax I'éte u OyaHa cTasa oTpaskeHreM aTOMUCTHYECKUX BO33pe-
HUiT B Orosioruu. B cOBpeMEHHOM HCTOJIKOBAHUH TOMOJIOTHYHbIE YACTH MO-
TyT pacCMaTpUBATBLCS B KAUeCTBE CBOETO POJIa «MOP(OJIOrnYecKuX aTOMOB»>
i «moxnyJeil» (Remane, 1955; Rieppel, 1988; Ilatankum, 2002).
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Ouenb 6ausky 1o cogepskannio npegcrasaenus C.B. Meiiena (1975,
1988), kKoTOpBIil BBeJ TOHSITHE «MepPOHa». COBOKYITHOCTH MEPOHOB 110 Meii-
€HY TT03BOJIIET PEKOHCTPYHUPOBATH apXETHIT KaK TIeJIoe U3 YacTei. ApxeTut —
CTPYKTYypa OTHOIIEHUH YacTeif, uepe3 KOTOPYIo «O(hOPMIISIOTCS» BUIIbI WU
«TIPOXOIUT HENPEPBIBHBIN psizt BU0By> ([Hatamkun, 2002, c. 281). Ograxo
HEJTb3ST TIPE/ICTABMIATH €0 CTATHYECKH, TAaK KaK OPTAHU3M SIBJISETCS TMTHAMU-
yeckoi cucremoiti, mo B.H. BeknemunieBy (1994) — ato «mopdotmporieccs.
AN. IllaTtaKuH CBA3BIBACT TIOHSATHE APXETUTIA C TECOPETHUCCKIMU TTPE/ICTAB-
JIEHUSIMU O MOJIYJIbHOM CTPYKTYpe KMBBIX OPTAaHU3MOB, KOTOPBIE B MTOCJIE-
JTHVE TOJ(bI PA3BUBAIOTCS CIEIUATICTaAMU B 00JIaCTH TEHETUKY PA3BUTHUSI
(Raff, 1996; Wagner, 1996; Gilbert, et al., 1996; ITure-Beuromos, 2004). Co-
[JIACHO KOHIIETIIIUU MOy JISIPHOM OPTaHU3aIMN JKUBBIX CUCTEM, MOJLYJIU 00-
Pa3yIoT CIOKHYIO, HEPAPXUIECKYIO CTPYKTYPY, BKIIOUYATONTYIO MOP(hOTreHeTH-
YecKue T0Jisd, KJIeTOYHbIe IMHUU 1 TeHeTHYeCKre CUCTeMBbl (TeHHBIE CeTH ).
VMeHHO B 00JIaCTH COMTPUKOCHOBEHMUST TEOPETUYECKONU MOPMOIOTHH U MOJIe-
kyJsipaoit rereruku pazsutust A V. [aramkun (2002, 2005) Bugut mepe-
MEKTUBBI JATbHENTIEr0 Pa3BUTHS SBOTIOIIMOHHON OMOJIOTHI Yepe3 HATIOTHE-
HUE KJIACCUYECKUX TTOHSATHI HOBBIM CMBICTIOM W COJICPKAaHUEM.

Bropoii hunorenernueckunii, nin TaKCMYECKU, acIeKT, 10 MHEHUIO
A.. HlarajnkuHa, UMeET JIeJI0 UCKJIIOYUTENBHO C TOMOJIOTHEN TTPU3HAKOB 1
ux coctogHn. VIMEeHHO 3TO TOHUMAaHNE TOMOJIOTHH JIC;KUT B OCHOBE (DUII0-
TeHEeTUYECKON CHCTEMATHKH, KOTOPOE CTal0 MHTEHCHBHO Pa3BUBATHCS MOC-
Jie BhIxoga paboThl HeMelkoro suromosora Busm Xennura (Hennig, 1966).
[Ipenmerom GUIOTEHETUKH SIBJISETCS PEKOHCTPYKIUS (DPUJIOTEHUH PYIITT
OpPraHU3MOB ITyTEM BBIJIBIKEHUS U TIPOBEPKU T'MITOTE3 O TOMOJIOTUU U Ha-
npassieHusx aBoJronnu npusnakos (Ilasmrnos, 1990, 2004, 2005). @uirore-
HETUYeCKask CUCTEMATUKA IUPOKO MCITOJIb3YeT KIAAUCTUUECKUE TTOIXO/IBI,
aKIEHTHUPYIOIIe BHIMAaHUeE HA Xapakrepe (MaTTepHe) BeTBIEHUS (DUIeTH-
YecKuX JUHUN. B coBpeMeHHOIi (hUIOTeHeTHKE BbIIBUTAIOTCS U TECTUPYIOT-
ST KIAIUCTIYEeCKUe TUTIOTE3bl, COEPKAHNEM KOTOPBIX SIBJISTIOTCST CY KAEHS
0 KJIAZIMCTUYECKON MICTOPUH — KJIaJ0reHe3e Kak COBOKYITHOCTHU TIOCJIeI0Ba-
TEJBHBIX KJIQUCTUYECKUX COOBITUI U O TOPOKAAEMOIT €10 MepapXun MOHO-
(uerTndeckux rpymir, BeIpaskaeMoil B Buzie (hUIOTeHETHYECKUX JIePEBBEB,
KOTOPBIE PaHee MPEITIOUYNTAIN HAa3bIBaTh KJIa[0TPAMMAMIL.

OmHVM U3 KITI0YEBBIX METOOJOTHUECKUX MTPUHIIUIIOB KIAIUCTIYEC-
KOTO aHajInu3a ABJsieTcs npunyun cunanomoppuu (Wiley, 1981; IlaBaunos,
1990, 2005). Corracto 3TOMY MPUHIIKILY, TOJbKO Ha OCHOBAHIH CXOJACTBa
IPOU3BOHBIX (AITOMOPMHBIX ) TTIPU3HAKOB, HA3BIBAEMOTO CHHATIOMOPMHBIM,
MOKHO BBIIBUTH MOHOMDIINIO TAKCOHOMUYIECKON IPYIITIb, T.€. 000CHOBATH
ee MPOUCXOKACHUE OT eANHOTO OOIIEro TMPeIKa, U TOJIBKO 9TO CXOACTBO
MOJKHO CYUTATh rOMOTeHeTHuYecKuM. HanmpoTus, cX0CcTBO 10 UCXOTHOMY
(n11e3noMop(HOMY ) COCTOSTHUIO TTPU3HAKA — CUMTIIIE3UOMOP(UST — ITOTO
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clienaTh He T03BOJIsAeT. Takoe CXOACTBO CUMTAETCS TOMOIIIACTUICCKUM.
OHO MOXKeT OBITH 06YCJIOBJIEHO TPEMST TPUUMHAMU: APAJIECTU3MOM, HJIN
HE3aBUCUMBIM MTPUOOPETEHNEM HTUX MTPU3HAKOB OTHOCUTENBHO OJU3KO
POJICTBEHHBIMHU TaKCOHAMMU, PeBepcueil — 0OpaTHBIM Pa3BUTHEM MPU3HAKA
13 TTPOU3BOIHOTO COCTOSTHUS B MCXO/THOE, a TAKXKE YNCTO BHEITHUM CXO/I-
CTBOM B COCTOSTHUY TIPU3HAKOB B PE3YJIbTAaTe PA3BUTHUS B CXOIHBIX YCIOBU-
SIX CPEJIbl WJIA BBITIOJTHEHUS TOKAECTBEHHOU (DYHKIINU — KOHBEPTEHINEN
(Sanchez-Villagra, Williams, 1998).

B mocsierare TOBI METO/IBI KJIAAUCTUIECKOTO aHATN3a BMECTe ¢ HY-
MepruecKuMU ((peHeTHIeCKIMMI ) 1 BEPOSTHOCTHO-CTATUCTHYECKUMU aJITO-
pPUTMaMK OKa3aJiCh BOCTPEOOBAHHBIMU JIJISI CHCTEMATU3AIUN OTPOMHOTO
KOJINYECTBA JAHHBIX MOJIEKYJISIPHON TeHETUKH, KOTOpPast B HACTOSIIITH MO-
MEHT UCIIBITBIBAET TIEPUO]] «B3PBIBHOTO» PA3BUTHUSL, UTO TIPUBEJIO K 000C00-
JICHUIO HOBEHUTIINX HANTPaBJACHWH (DUJIOTEHETUKY: KJIAJIUCTUKN, HyMepruiec-
kuit punernkn u renopunernku (Ilamunos, 2004). MaTepecHo, uTo «Te-
HO(UIETHKA, TOHAYAJTY TIPETEH/[0BABIIAst Ha POJIb apOUTPA B 3ally TAHHBIX
BOIpocax (HUIOTeHETHIECKUX PEKOHCTPYKITNIA, TIOCTETIEHHO TPUIIIA K He-
00XOMMOCTH PEIIEHUSI TEX Ke TIPOOJIEM METOI0JOTMIECKOTO XapaKTepa, ¢
KOTOPBIME UMEIOT JIEJIO HCCJIEIOBATENN, paboTatoline ¢ MOp(OIOrniecKum
martepuaiomy (IlaBmunos, 2004, c. 353). Cpean HUX [Be KIaCCHYECKUE
POOJIEMBI — «UTO TAaKOE TOMOJIOTHST» U «UTO TaKOE TPU3HAK» Ha MOJIEKY-
JITPHO-TEHETUYECKOM YDOBHE.

Jlo mocsierHeT0 BpeMeH! B MOJIEKYJISIPDHOI TeHETHKE B KAUecTBe eINH-
CTBEHHOTO KPUTEPHST TOMOJIOTU3AIUN HCIIOJIb3YETCST «CTETIeHb CXOCTBA
MESKIY TTOC/IeIOBATENBHOCTSIMA HYKJIEMHOBBIX KICJIOT PA3HBIX BUIOBY, KaK
Ob110 TIpennoxeno bpurrenom u Kosnom (Britten, Kohen, 1968; Hillis,
1994; Tunbepr u ap., 1997). @ury (Fitch, 1970) BBen cuermbuyeckue st
MOJIEKYJISIPHON TEHETUKWU TEPMUHBI 111 0003HAUEHUST TOMOJIOTUY T€HOB 1
IPYTUX YYACTKOB TEHOMA: «OPTOJIOTHUST», COBIIAJIAIONIAS TIO CMBICITY C YACTHOI
TOMOJIOTHEH, WJIX TOMOTE€HUE, 1 TIPUMEHSTIONIASICST IS CPABHEHUST HYKJIe0-
TUHBIX [TOCJIEI0BATENIbHOCTEN PA3HBIX OPTAHU3MOB U BUIOB, M <IapaJio-
TUsT», COOTBETCTBYIONIAsI CEPUITHOI TOMOJIOTUH B KJIACCUYECKOM MOHUMAHUT
Y OTHOCSIIIASICS K CPABHEHUIO TTOCJIEI0BATEIBHOCTEN, 06Pa30BaBIINXCS B Pe-
3yJIBTaTe MYIIUKAIUI TeHOB BHYTPU TeHOMA OTHOTO OPraHU3Ma.

MHorue aBTOpbI OTMEYAIOT, YTO PA3JINYIe MEKIY OPTOJIOTUIHBIME U
NapaJOTUYHBIMU T€HAMU He BCET/la OUeBUIHO, CYIIECTBYET OTIACHOCTH CITY-
TaTh OPTOJOTHYHBIE (MCXOAHO TOMOJIOTMYHbIE, 0O0PAa30BaBIINECS B XOJIE
KJIQIOTeHe3a) TEeHbI C TTaPATOTUYHBIMU, KOTOPBIE TPU CUITBHOM U3MEHEHUN
MOTYT TpeBpamiaTbcs B nicesporensl (banakupes, Aiisia, 2004; banauko-
Ba, 2004). Kpome ToTO, /7151 aMUHOKHUCJIOTHBIX ¥ HYKJIEOTUHBIX TTOCTEN0-
BaTELHOCTEH MPOOIEMBI BBIJICJICHUS U TOMOJOTU3AIINHI TPUSHAKOB, BUIH-
MO, JIOJIKHBI PENaThCs MO-PAa3HOMY BBUY X HETIOJTHOTO B3AMMHOOIHO3-
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HAYHOTO COOTBETCTBUS, CBSI3AHHOTO C OTKPBITUSIMU MOCJIEHETO BPEMEHU:
asmpTepHaTUBHOTO ciaiicnara PHK u penakTupoBanusi TpaHCKPHUITITMOH-
ubix mpoaykros (Wheeler, 2001; TTaBauros, 2004).

Jl71s TOTHOTBI TEPMUHOJOTUIECKOM KaPTUHBI CJIEyeT YIOMSHYTh
TaKKe elle OJUH TePMUH, CIEITU(MUIHBIN 71T MOJIEKYJISIPHOTO YPOBHS, —
«kcenosorust» (Gray, Fitch, 1983), o603Hauarmuii ¢XoACTBO WM PA3JIH-
yue MEX/Y Y9aCTKaMU TeHOMa, BOZHUKIIIEE B Pe3yJIbTaTe TOPU30HTAIBLHOTO
repeHoca TeHeTHYecKON nH(GOPMAITNU BHYTPU U MEKLy OPTaHU3MaMy Bce-
MU U3BECTHBIMHU CIIOCOOAMY — MOOUJIBHBIMU 3JIEMEHTAMHU, TPAHC(HEKITHOH-
HBIM TIyTEM, TIPU Pa3IMIHOTO Pojia CMMON03ax U BapUAHTaX MapasuTU3Ma.
[Tarrepcon (Patterson, 1988) paccmaTpuBaeT KCEHOJIOTHIO B KAYECTBE MO-
JIEKYJISIPHOTO 9KBUBAJICHTA TTApaJIJieIn3Ma, WU TOMOTIIa3uu. B To ke Bpe-
ms Jle ITunna (de Pinna, 1991) He BUAMT HEOOXOAUMOCTH CIIEIUATIBHO BbI-
JIESATh KCEHOJOTUIO B OT/IETbHOE TIOHSTHE, TaK KaK, TI0 €T0 MHEHUIO, MHO-
rre MOpPGOTIOTHUYECKUE TOMOILIA3UN HA MOJIEKYJISIPHOM YPOBHE MOTYT OBITH
BBI3BAHBI UMEHHO TOPU30HTAIBHBIM MTEPEHOCOM TeHETHIEeCKOH MH(OpMa-
11, KaK 9To mpexanoaarasoch Cusanenom (Syvanen, 1985).

Wcxozst 13 cka3zaHHOTO BBITIE, TEPMUHOJIOTHST MOJICKYJISIPHOM TeHeTH-
KU B [[€JIOM JIOTHYECKU HKBUBAJICHTHA KJIACCUIECKUM MOHATUSM CPAaBHU-
TEJILHOI MOP(OJIOTHH, U BO U30eKaHIe TEPMUHOJOTHYECKOI Ty TaHuIlb! Jle
IMunHa (de Pinna, 1991) npussiBaet moib30BaThCst YHUGUITUPOBAHHON
TEePMUHOJOTHEN BO Beex obmacTax 6uonoruu. Ocraercsa 100aBUTh, 4TO
WHOT/IA UCTIOJIB3YETCs MOHSITHE TaK HAa3bIBAEMON «MaCCOBOW» TOMOJIOTUH
(mass homology), neranusupyioiiee MOHATHE CEPUATBHON TOMOJIOTUH /ST
CJIy4aeB BBICOKOH CTEIeHN MHOXKECTBEHHOCTH — MeTamepoB. [Ipumepamu
MOTYT CJIYKUTh BOJIOCHI MJIEKOTIUTAIONINX, MIE€PhsT TITUII, PECHUYKHU dIUTE-
JIVSI, JTUCThsI PACTEHUI, MHOKECTBEHHbBIE TaHEMHbIE TOBTOPHI (hParMeHTOB
reHoMa MHOTOKJIETOUHBIX.

1.3. KOHIENIINY TOMOJIOTN

B urore mpomo/sKuTeIbHOTO PAa3BUTHUS IPENCTABIEHUN O TOMOJIOTH-
SIX B COOTBETCTBUU C PACCMOTPEHHBIMU BBIIIIE TIOAXOJAMU K HACTOSIIIEMY
BpeMeHU B OHOTOTHH C(HOPMHUPOBATUCH HECKOTIBKO COBEPIITEHHO OTPesie-
JIEHHBIX KOHIIETIINIT TOMOJIOTUH, UMEIOIIUX COOTBETCTBYIOIINE UCTOPHYEC-
K¥e KOPHY U OMTUPATOTINXCS Ha TOCAEHNE TOCTIKEHUS PA3HBIX GHOTOTH-
YeCKUX AUCIUIIINH. Kak yske TOBOPUIIOCH BBIIIIE, TaKasi CUTYalnst B HEKO-
TOPOU CTEMeHN HATOMUHAET TAKOBYIO C TIOHSATUEM O BUJIE U «KOHIIETIIHSIX
Buga» (Brigandt, 2002; Rieppel, 2007). Mtak, MOKHO BBIIEIUTH CIACAYIO-
1€ KOHIETIUY TOMOJIOT U,

Konnennus onepanuoHaabHONH TOMOJOTHH, Pa3BUBaeMast MIKOJIOH
HYMEPUYECKOU TAKCOHOMUN, Uiin (PEHETUKHU B 3aIa[HOM TOHUMAHUU, KOTO-
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pyto ocHoBas PoGept Cokasr. J[Jist Hee XapaKTePEeH YHCTO OllePaIlHOHaIbHBII
MO/IXOJT K TOMOJIOTU3AIINH, CBOOOIHBIN OT KaKUX-JIO0 TEOPETUSUPOBAHUIL TI0
MTOBOJLY UCTOYHUKOB TIPOUCXOKICHUS ToMosToThit. OCHOBHAS 33j1a4a — CpaB-
nusarb OTU (operational taxonomic units — oneparoHaIbHble TAKCOHOMI-
YeCKUe eINHUIIBI) 110 CPAGHUMOMY HAGOPY GOJIBIIOTO YHCIa TPU3HAKOB
(Sokal, Sneath, 1973), a 3arem BbIIe/IATh TAKCOHBI [10 CTEIIEHN UX CXOACTBA
MesK Ly co60il. B kKauecTBe KpUTeprsi TOMOJIOTHI BHIOMPAETCS TIPOCTOE CXOJI-
CTBO. 3/1eCh SIBHO TIPOCTIEKUBACTCST AHATIOTUS ¢ HOMUHATUCTCKON KOHTIETITIN -
ell BUjIa, KOTOpyIo, Mo MHeHUIO J. Maiipa (1971), u pa3zaensior npeicTaBu-
Tes (heHeTHIecKOi MKoJTbl. OneparmoHaIbHask KOHIIETIINS CTATKUBAETCS €
pobsIeMoil cTabMIIBHOCTH TToJTydaeMbix Kiraccudukarmii (Brigandt, 2002).
TpancdopmanuoHHasi, WM TUIIOJOrHYeCKast, KOHIETIIHS TOMOJIOTHH.
PaszpnensieTcst CTOpOHHMKAMU TUTIOJOTUYECKOHN KOHTIETINY Buma. Mctopu-
YECKU BOCXO/IUT K OY9HOBCKOMY TOHUMAHUIO TOMOJIOTUU Y€PE3 «apXeTUTT».
[Tpusnak paccmarpuBaeTcs Kak ¥acms OPTaHU3Ma, TOMOJOTU3UPYIOTCS
CTPYKTYPBI, a He cBo¥icTBa opranuama. Onpeneserane roMOTIOTUH TOXKE
OY9HOBCKOE: «TOMOJIOTUSI — OJINH U TOT K€ OpTaH y Pa3HbIX OPTaHU3MOB
pH JTIOOBIX M3MEHEHUSAX eT0 GOPMBI U (DYHKIUU>, T.€. B OCHOBE JICKUT
coomeemcmeue CTpyKTyp. IIpr 9TOM «CTPYKTYPBI» HEOOSI3aTETbHO TOJKHBIL
6BITH MOP(HOTOTHIECKUMU. J[BE CTPYKTYPBI CUUTAIOTCS TOMOJOTHIHBIMU,
€CJIN OHU BBIBOJSITCS U3 OOIIETO apXeTHIa, CXOAHBI ¢ HuM. TIpobiema co-
CTOUT B TOM, KaK OIPeNeTUTh apXeTurl. EcIu moHMMaTh 0l HUM HEYTO
ob11ee B TOMOJIOTHYHBIX CTPYKTYPAxX, TO BOSHUKAET MOPOUYHBIH KpyT. TTo-
CKOJIbKY TPAIUIIMOHHO 9TOT MOJXOJT TIOBEPTaiCst OOBUHEHWSM B UICATH3-
Me ¥ MeTapU3MYHOCTH, TO €T0 SIBHBIX CTOPOHHUKOB HeT. OHAKO TIOHSATHE
apxeTuIia pojokaer passusarthes (Jliobapekuii, 1996a) u genatores 1mo-
TBITKYA HATIOJTHUTH €r0 HOBBIM COZIEP;KAHUEM B CBETE TIOCTEIHIX JOCTHKE-
HUI MOJIeKYJISIpHON TeHeTnkH 1 renetnkn pazsutud (Iaramkun, 2002).
TpaaunuonHas (McTOpHYeCKasi) KOHIEMIIHS TOMOJIOTHH TIPAKTHIeC-
KU SABJISIETCS OOIEnpUHATON. OnpepeseHs TOMOJOTHU ¢ TTO3UITUN ITON
KOHIIETIIIIH TTPEJICTABIEHBI B COBPEMEHHBIX SHITMKJIONEINSAX U CI0BAPSIX,
PasIMYHOTO POjia YUeOHBIX TTOCOOUSAX, BILUIOTH JI0 MIKOJBHBIX YUeOHUKOB. B
YIPOTIEHHOM 00TIEM BU/IE OHO TJIACUT: «TOMOJIOTHS — CXO/JCTBO, BHI3BAH-
HOE OOTIUM TIPOMCXOKICHUEM >, VIV IPYTON BAPUAHT — «CXOJICTBO, YHACIC-
JOBaHHOE OT OOIIHMX MPEAKOB». AHATOTHS TTOHUMAETCS KaK «HE3aBUCHMO
PUOGPETEHHOE CXOACTBO>. VICTOPHUYECKH TaHHAs KOHIIETIIIUSA BOCXOIUT K
BO33PEHUSIM 9BOJIOIIMOHUCTOB TTOCJIeJaPBUHOBCKOTO Tieproza — Jlankecre-
pa, Tekxeus, Terenbaypa, xoTs caM JlapBUH MPUAEPKUBAJICS, CKOpeEe,
TpaHchopMucTckoil Kourenmuu. OHa XapakTepHa TaksKe JJist GOJIBITHH-
CTBa CTOPOHHUKOB GUOJIOTHYECKON KOHIIETIIIUY BU/IA U CHHTETHYECKON Te-
OpHH HBOJIONNH, HauboJIee IPKUMHU MPECTABUTEIISIMU KOTOPOH, 6e3yCI0B-
Ho, asisiorcs Jskopask Cumnicon (1948, 2006) u Ipucer Maiip (1968).
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Dunoreneruyeckasi, TAKCHYECKAs, WK KJIaTUCTHYECKAST, KOHIEII-
[Us TOMOJIOTHH. Pa3BUBacTCs MpefcTaBuTeNIMI «(UIOTEHETHIECKOH CrC-
TeMaTukuy, HaunHasi ¢ Bunm Xennura (Hennig, 1966) . [Ipusnak noanma-
eTcs He Kak 4acmo, a KaK c80licmeo OPraHN3Ma, KJIQANCTIIeCKUIT TIPU3HAK —
KaK TUTIOTe3a 0 ceMoTeHe3e. [oMOoJIorust IpupaBHUBAETCS K «arloMophums —
CBOICTBY, KOTOPHIM 00JIAIAI0T WIEHBI HEKOTOPOIT TAKCOHOMITYECKOIT TPYIITIHI,
oTJIMYaloNieMy ee (TPyIIy) OT IPYTUX TakuX Tpynt. /[Ba amomopdubIx mpu-
3HAKa CYUTAIOTCS TOMOJIOTUYHBIMI, €CJIH 9TUME TIPU3HAKaMu 00Jta1ai OJin-
KAWL OOTIHIL TPEJIOK, T.€. €CIIM CTPYKTYPBI SIBJISIOTCS CHHATIOMOP(HBIMIL
C ipyToii CTOPOHBI, €cJn /[Ba AaTOMOP(MHBIX MTPU3HAKA TPOUCXO/AT OT TIJIe3H-
OMOP(HOTO MpU3HAKA OIMKAMNIIIETO MPE/IKA, MBI IMEEM JIEJI0 € TOMOTLIA3UEN,
00yCJIOBJIEHHOM KOHBEPTEHTHOM, MJIH MAPAJIIETbHOMN, 9BOJIIOIIHEH.

NudopmannonHas KOHIENIHSA TOMOJOTHU. VICXonuT U3 mpemno-
CBLIKH, 4TO OOMLIeH IIPUYMHON CXOACTBA Y€PT B3POCIOTO OPraHr3Ma ¢ €ro
MMOTOMKAMU SIBJISIETCST B CaMOM 00I1IeM Bujie «OnogornuecKast mHpopMa-
nusi». OcHoBaTes b fannoi konnennuu JI.M. Ban Banen nan cienyrotiee
oTpe/ieIeHIe TOMOJIOTHH: «...TOMOJIOTHS 3TO COOTBETCTBUE, TOPOKIAEMOE
HETPEPBIBHOCTHIO (JTUTETBHOCTHI0) uHpopmarun» (Van Valen, 1982, p.
305). K uncay ero cTOpOHHUKOB npuHaiekat MHorue 6uosoru (Roth,
1988, 1994; Minelli, Peruffo, 1991 u ap.), omHaKO APyTUE HACTPOEHBI K
Hell ckentuuecku (Sarkar, 1996; Wagner, 1989a). Koneuno, (haktuuyecku
peub MIET MpesK/e BCEro o reHeTndyeckoil mudopmanuu. OIHAKO B TIOCTe-
JTHYE TOJBl TOSIBUJINCH JAHHBIE, UTO SIBHO TOMOJIOTHYHBIE CTPYKTYPBI MO-
TYT 3aBUCETH OT (DYHKIIMOHUPOBAHUSI PA3HbIX TEHOB, U HA0OOPOT, a COOT-
BETCTBUE MOPHOTOTUYECKUX U MOJIEKYJISIPHBIX CTPYKTYP /1aJIeKO He Tps-
MO€ U O/IHO3HAYHOE.

PasButuiinas KoOHIeNIMsA roMoaoru. Ee cTOpOHHUKY CYUTAOT He-
06XOIIMBIM KOMIIOHEHTOM TOMOJIOTUHU «OOTITHOCTD TPACKTOPUN PA3BUTHS»
(Roth, 1984). IlepBonauanbHo TpeboBaHnie 0OLUIHOCTH PA3BUTUIHON Tpaek-
TOPUHU OBLIO JOCTATOYHO CTPOTHM, HO MO/ IaBJIeHUEM (GaKTOB, CBUICTEIb-
CTBYIOIIUX O TOM, YTO SIBHO TOMOJIOTHYHBIE CTPYKTYPBI MOTYT BO3HUKATD B
PE3yJIBTaTE OTIMYAIONIUXCST PA3BUTHITHBIX TIPOTIECCOB, OHO OBLIO CMSITYCHO.
Mozkto nipuBectH mpuMepsb hOPMUPOBAHUS XPYCTAINKA I1a3a y OJIU3KUX
BU/I0B aMDUOUIT Ha OCHOBE Pa3HbIX Pa3BUTHITHBIX TPACKTOPUIL: ¢ HHYKITH-
eit u 6e3 Hee. [eHETUKY Pa3BUTHS MOJTYYUIN MAPAJOKCATBHbIEC PE3YILTaThl
0 TOM, YTO HETOMOJIOTHYHBIE IPYT APYTY MOPGHOJTOTHYECKIE CTPYKTYPBI Y
TIO3BOHOYHBIX 1 GECITO3BOHOYHBIX JKHBOTHBIX BO3HUKAIOT HA OCHOBE pabo-
TBI TOMOJIOTMYHBIX reHHbIX crcreM (Gilbert et al., 1996).

B pesysbrate mogo6HbIX paboT BOSHUKIIO YOEKICHHE, UTO TOMOJIOTHH
He TPAHCAUPYIOTCS TPSIMO C OJHOTO YPOBHS OPTaHU3AIUHU HA APYTOil
(Striedter, Northcutt, 1991; Bolker, Raff, 1996; Abuheif et al., 1997). Bpaii-
an Xasur (Hall, 1992, p. 194) npuiien k 3aK/II09€HIIO O TOM, UTO <...LOMOJIO-
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TUS — 3TO YTBEPKJACHUE O MATTEPHE U HE JIOJIKHO CMETTUBATHCS ¢ KOHIIET-
IUSIMA O TIPOIleCccax U MeXaHW3Max». JTO O3HAYAET, YTO Y PA3HBIX BUJIOB
CTPYKTYPBbI, CYUTAIONTHECS TOK/IECCTBEHHBIMI, MOTYT BO3HUKATD TTyTEM Pa3-
BUTHUIHBIX TIPOTIECCOB, KOTOPbIE TAKOBBIMU He cyumaromcs. lapun ae bup
(de Beer, 1971) 060cHOBaJI, YTO TOMOJIOTHH MOTYT OBITH OOSI3aHBI CBOMM
MTPOUCXOKICHIEM PAa3JIMYHBIM PAa3BUTHITHBIM TIPOIIECCAM U HE HYKIATHCS B
KOHTPOJIMPOBAHUY UJICHTUYHBIMHA T€HAMM, YTO HE UCKITIOYAET BOBMOKHOC-
TU MPUHATUS TPAHC(HOPMAITMOHHOTO B3TJISA/IA, TOTTYCKAIOIIETO 20M0102UI0
PASBUMUTIHDIY NPOUECCOB, TIPU YCIOBUN, UTO OHU MOTYT OBITh MTpeoOpasoBa-
HBI O/IUH B ipyroit. CiiefloBaTeIbHO, CAMU PA3BUTUITHBIC TTPOIIECCHI, CO3/1a-
OII[e TOMOJIOTHYHBIE CTPYKTYPBI, MOTYT GBITH TOMOJIOTU3UPOBAHBI 6 Ue-
JIOM, HO He KasK/Iblil TeH, yIaCTBYIONIUN B 00CTIEUeHUH TIPOIECCa PA3BUTHS
OJTHOH CTYKTYPBI, I0JIKEH 00513aTeIbHO OBITh TOMOJIOTHYEH KaK[OMY TEHY
JIPYTOTO TOMOJIOTHYHOTO Tpotiecca. B utore 6bita chopmyanpoBata «Omo-
JIOTUYECKast KOHIICTIITUS TOMOJIOTHH >,

Buonoruueckasa konuenmus romonoruu. ['ronrep Baraep (Wagner,
1989a,6) maBast onpeiesieHUE TOMOJIOTHHU, TIOJIATAJ, YTO CTPYKTYPhI MOKHO
CUYMTATH TOMOJIOTHYHBIMU, €CJI OHA BO3HUKAIOT B PE3yJIbTaTte JeiicTBUS He-
KOTOPOro Habopa PasBUTUIHHBIX OrPAHUYEHUI, BBI3BIBAEMBIX JIOKAJIBHO Jeii-
CTBYIOITMMH CAMOPETYJISITOPHBIMU MeXaHu3MaMu udhepeHImpoBKI opra-
HOB. /laHHBIE CTPYKTYPBI, IO €T0 MHEHUIO, SIBJISIOTCS «Pa3BUTHITHO WH/IUBU-
JIyaJTU3UPOBAHHBIMU YacTsIMU (peHoTH . [JIaBHOI TPUYUHON COMHUTEIb-
HOI TOMOJIOTHH MOKeT ObITh MIMEHHO OTCYTCTBUE TeHETHYECKON 1 PA3BUTHIA-
HOM MHANBUAYyATU3AIH cTPYKTYP. [lo/1 orpannueHnssMu, TOPOSK/IAIOTITMEI
WH/IUBU/IyaJIU3AIIAI0 CTPYKTYP, B IAHHOM CJIydyae TOHMMAeTCs 3apeTyIupo-
BAaHHOCTH (JINCKPETHOCTH ) TPAEKTOPUIT pa3BuThs. V13-3a aTUX orpaHnyeHmnit
(3aperyJupoBaHHOCTH ) OJIHA U Ta K€ CTPYKTypa Oy/IeT TOSBASTHCS B PSILY
[IOKOJIEHUIT 1 MOJKET OBITh 3aKOHCEPBUPOBAHA B 9BOJIIOIIMN. ITO U €CTh Pas-
BUTHIHBII NCTOUHUK HETIPEPBIBHOCTH, MJIN TIPEEMCTBEHHOCTH. B cBOTO Oue-
peab Oynydn pasBUTHIAHO OrPAaHUYEHHBIMU CTPYKTYPAMIU, TOMOJIOTHN ITPUOG-
peTaioT U (pUIOreHeTUIEeCKYIO HHANBUAYAIbHOCTh. TakuM 06pasoM, 61oJIo-
rudyeckas KOHIEIIMA He CChLIAeTCsT Ha OOIUX MPEAKOB MPAMO, HO B Heil
MPOCJIESKMBAETCS OTKPOBEHHO CMHTETUYECKUI XapaKTep: SBHO BBIPAXKEHO
BJIMSHUE TPAaHCHOPMAITMOHHON, MHMDOPMAIIMOHHOI U Pa3BUTUITHON KOHIIETI-
11ii, B HEIBHOM BHUJIE MOAPasyMeBaeTCst U OOIIHOCTh IPOUCXOKIECHI, IO~
JlepKUBaeMast TPAAUIIMOHHON U puoreneTnyeckoil koumernusamu. [To-
CKOJIbKY OIIepalliOHaIbHOCTD MIPUCYILA BCeM (€3 NCKIIOUeHU KOHLIETIIUAM
TOMOJIOTHH, TO 3TOT aCTeKT IPUCYTCTBYET U B IJAHHOM CJIy4ae.

KoHuenuus «roMoJ0ruy B MIMPOKOM cMbIcje>. PasBuTieM GUOJIOTH-
YECKOH KOHIIETIUY TOMOJIOTUN SIBJIIETCSI TaK HAa3bIBaeMash «KOHIIETIITUST TO-
MOJIOTHH B IIUPOKOM cMbiciie» — «broad-sense homology» (West-Eberhard,
2003). Ot Apyrux KOHIEIIHIi, 0COOEHHO OT KIaAUCTUIECKOIi, OHA OTINYaeT-
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¢S TEM, YTO JIOTTYCKAET MapaJIIeJIU3Mbl 1 TIOBTOPEHWE YEPT, PaHee yTpavyeH-
HBIX B (hrutorennn. [1o MHEHNIO aBTOpa «KOHIIETITTMI TOMOJIOTUHN B IIMPOKOM
CMBICJIE», OHA BKJIOUAET B ce0sT KITaJANCTHUECKYHO KOHIETIIHIO KAK YaCTHBI
ciydail. BMecte Grotornueckast v KJIaiucTUIecKast KOHIETIMN [TPeICTaBIs-
0T «KOMIIJIEMEHTAPHBIN (B3aMMOIOMOTHSIONNHN ) TTOAX0/ K TOHUMaHUIO
sposmorn» (West-Eberhard, 2003). [lelicTBuTeIbHO, UX YTBEPKACHUS MO-
TYT OKa3aThCsl KOHTPYSHTHBIMU, €CJT MEXaHU3MBI, JIeJKall[ie B OCHOBE Pa3BU-
THS COOTBETCTBYIOMINX CTPYKTYP, TaK CIOKHBI, YTO TIOBTOPHOE WX MOSIBJIE-
HUe B 9BoJIOIIE MasioBepositHO (Shubin, 1994). TTo MHEHNIO aBTOPOB KOH-
ENIIH, HECMOTPST Ha TO, YTO B PAMKaX OUOJIOTHYECKOI KOHIETIUI HEBO3-
MO’KHO OTJIMYUTH TOMOJIOTHIO OT TOMOILTA31H, CXO/ICTBO MATTEPHOB TEHHOM
HKCIPECCUU U PA3BUTHUIHBIX TPACKTOPUN MOKET OBITh MCIIOJB30BAHO JIJIsI
MOJZIEP’KKU  THUTIOTE3 KJIAAMCTUIECKON KOHIIETITUH.

InureHeTHYECKask KOHIENIUS TOMOJIOTHH BOCXOIUT K Ujlee «3MuTeHe-
Tideckoro janamadrar Koupaga Yommuarrona (Waddington, 1957) u mbita-
ercsd CKOMOMHUPOBATH (PUIOTeHETUYECKUNA U Pa3BUTUIHHBIN 110X0/1bI
(Striedter, 1998). dnureHerdyeckuii JanamadT TOMOJOTUYECKU IPEICTaBIS-
eTcs B BUJIE XOJIMA ¢ cepueil BeTssatuxcst 1oanH. [Tpotiece pasButust heHOTH-
1a MOJIETTUPYETCS JABVZKECHUEM TTIApa BIOJIb HTUX JIOJIUH K TIOZHOXKUIO, TJIE OHO
MOJKET 3aKaHYMBATHCS B PA3TMUHBIX (ATBTEPHATUBHBIX ) KOHEYHBIX TOUKAX.
Dopwma smanamadTa JeTEPMUHIPYETCS KOMILTIEKCOM (haKTOPOB U PECYPCOB,
BKJIIOYAst TeHeTH4Yeckue. [Iporecc pa3BUTHS B 1IE€JIOM MOJIETTUPYETCST KaK
CTIO’KHAST IMHAMUYecKast cucteMa. [Ipenosnaraercs, 4To pa3BUTHE KAaHATM30-
BAHO U 3aPeryJIMPOBAHO 0 OTHOIIEHUIO K CIA0BIM BO3MYLIEHUSIM, HAITPUMED
BO3/IECTBUSIM CPe/ibl. BBOAMTCS TTOHSATHE «9HEPTUU JaHamadTas, KoTopoe
CBA3BIBAETCS € HAIMUUEM Psijia CTaOUIBHBIX COCTOSIHUIL, MM 60JIee TOUHO —
TPaeKTOPHil B BUjie «KeJ060B>. [Ipy Hamymy BO3MYyIIEHIIT caMOil pa3Hoit
MIPUPOJIBI CTOKHOCTD TIPOIIECCA PA3BUTHSI IOMYCKAET €r0 «TeUueHre» 110 n3Me-
HEHHOMY «MapHIpyTy». TOUKHU Ha JIHE «/I0JIMH» XapaKTePU3YIOTCST JIOKATbHbBI-
MU SHEPreTUIeCKUMI MUHUMYMaMU, Ha3bIBAEMbIMHU «aTTpakTopamus. [1pu 3a-
XOKIEHUU CUCTEMBI B 00J1acTh «bacceiiHa» aTTpaKkTopa pasBUTHE HE3ABUCHMO
ot crenuduK AeiicTByiolero ¢pakropa OyAeT CKaThiBaThCs 110 COOTBETCTBY-
I0IIEMY JKe100Y, 4TO B pe3yJibraTe IIPUBEIeT K KOHBEPIeHI[IH.

Ha ocHose omrcanHoil MO/IESTN PA3BUTHST, BO MHOTOM TTOUEPITHYTON Y
K.X. Yopnunrrona, I. Crpuexarep (Striedter, 1998, p. 224) naer cieayioniee
onpeiesIeHue ATMUTEHETUYECKON TOMOJIOTHH: «...TPU3HAKH, MTPEICTABIISIO-
M€ COOTBETCTBYIOTINE aTTPAKTOPHBIE TPAEKTOPUH AMTUTEHETHYECKUX JIaH-
mmadToB ABYX wim 60Jiee OPraHM3MOB, TOMOJOTHYHBI, €CJIM OHU Helpe-
PBIBHO (IIOCTOSIHHO) BO30OHOBISIOTCS B OHTOIeHe3aX MHANBULYaJIbHbIX
OPTraHMU3MOB C TeX TOP, KaK OHU MOSIBUJKCH B MOMYJSIIIUN TTPETKOBOTO
opranusmas. [Ipenmyiectso xKouteniuu CTpueaTepa COCTOUT B TOM, UTO
oHa (hoKycupyeT BHUMAHHE Ha OHTOTEHETHUECKOM OCYIIECTBIECHUU CTPYK-
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TYP B (PUTIOTEHETHUECKOM BPEMEHU 1 00BSICHSIET MEXaHU3MbI BO3MOKHOTO
BO3HWUKHOBEHUS TOMOJIOTUIHBIX CTPYKTYP Pa3HBIMHU PAa3BUTHUIHBIMU Ty TSI
mu. Tem He MeHee TpobJIeMa MPaKTHIECKOH NACHTH(HUKAIINY U BU3yaIH3a-
nuu jgauana@ToB pa3ubix GOPM B 3TON KOHIIENIIUN OCTAeTCs HEJOCTATOU-
HO paspaborannoit (Pacuunbia, 2002; Brigandt, 2002).

Kaxk yke ormMeuasoch Hamu, B Havase 80-X rooB MPOIIIOTO BeKa
6osiee TIyOOKHE M OCHOBATE/ILHBIE MTPEICTABJICHUS, CBSIBAHHBIE C UCIIOJIH30-
BaHUEM UJIeU DIUTeHeTHYecKOoro Janamadra YOI UHITOHA, ObLIN MOJ0Ke-
HBI B OCHOBY OPUTHHAJIBHOHN 3TTUTEHETHUYECKON TeOPUH 3BOTIOINN, PAa3BU-
BaeMoii poccuiickuM yaerabiM M.A. IITumkuabM. CoryiacHO €To B3TJISIaM,
«pa3BUTHE TPECTABISIET COOOU CHCTEMY € OTPAHUYEHHBIM BHIGOPOM BO3-
MOJKHBIX PE3yJIBTaTOB, ... U BCE OHU HE3aBUCHMO OT X HAYAJbHBIX IIPUIUH
UMEIOT OJIHY U TY K€ OCHOBY — KOJIMYECTBEHHBIE TOPOTOBBIE HAPYTITECHUS
HOPMaJTbHOM KOOPAMHAIIMN TIPOIECCOB OHTOTeHe3a (paccorjiacoBaHme CKo-
pocTell peakinii, n3MeHeHWe KOHIIEHTPAIlMil pearnpyoinuX BelecTB
u 1. 1.)» (IMumkun, 1986, c. 70).

Onupasich Ha TeopeTndeckue nomokenns K. YoqanarTona u co3Byd-
Hble ¢ HUMHU nipencrtasiaenns V.. IImanpraysena, a Tak:ke Ha X pa3BUTHE
M.A. [IumkwaeiM, A.T. Bacuases (1988, 1992, 2005, 2009) npemmoxut
MOHSATUS «dTUTEHETHYECKUI JTaHATTADT OISR U <TTOMYJISITAOHHBIT
OoHTOTeHE3». [0/ «IOMYJIAINOHHBIM OHTOTEHE30M» TOHMMAETCsT «00IIee
JLIsI Beex 0cobell Oy IAIMN IIPeIOMIeHNe BIAOBON IIPOrpaMMbl Pa3BU-
THUS, UCTOPUYECKU OTHLIN(OBAHHOE 0OTOOPOM JIJII KOHKPETHBIX YCJIOBUH ee
cyuectBoBanus» (Bacuiabes, 1988, c. 159). 1o yrouHeHue mMo3BOIHUIO
yepes IPYIIOBON aHAJIM3 MOy ISIIMOHHON UBMEHYMBOCTH 110 HAGOPY aJlb-
TEPHATUBHBIX COCTOSTHUIT HEMETPUUYECKUX TTOPOTOBBIX MTPU3HAKOB — (heHOB
— M YacTOT UX BCTPEYAEMOCTH IIPUOIM3UTHCS Ha IPAKTUKE K BU3YaIn3a-
1[I MUTEHETHYECKNX JaHIa(TOB (hOPM Pa3HOTO YPOBHS IUBEPTEHITIH —
OT TIOMYJISIITUI 10 HaJBUI0BLIX TakcoHoB (Bacwuibes, Bacuibesa, 2005;
Bacuibesa, 2006). TakuMm 006pasoM, UMEHHO 9IIUT€HETUYECKAs KOHIIEIIIIIS
TOMOJIOTHHU B COYETAHUU ¢ GUOJIOTHYECKO TIpe[cTaBIsIeTcsl HaM Hanboiee
METO0JOrMYeCKU OIU3KOIA, TPUeMIeMO 1 TIPUIIOKUMOI 711 peajinsaliim
MPAKTUYECKUX 3aj1a4 HAIIErO UCCTIe[OBAHUSI.

CrpykTypanucrcKas KOHIenus roMoorui. CoriacHo 3ToMy TOX0-
Iy, TOMOJIOTHUS OTpakaeT HeKue 0coOble OTHOIIEHUA MEKAY eCTeCTBEHHbIMIU
bopmam, K 00bSICHEHIIO KOTOPHIX MX MCTOPUUECKOE TIPOUCXOKACHIE HE
umeer otHomrerns (Goodwin, 1982, 1984; Webster, 1984). B kakoii-To cre-
MEeHN B IAHHOUN KOHIIEMINN BO3POXKIAETCST TOIAPBUHOBCKUI TTOIXO/T K TOMO-
JIOTUW TIYTEM TPYHITUPOBAHUS CTPYKTYP COTIACHO «MOP(POTEHETUIECKUM
sakoHaM» (Brigandt, 2002). IIpu 9TOM CTOPOHHUKK CTPYKTYpPAIU3Ma JJIst KX
OIMCAHMUS YaCTO TPUOETaiOT K MaTeMAaTUYECKOMY MOZAEJIUPOBAHNIO CTPYKTYP
¢ TMIOMOIIBIO cucTeM ypaBHenuil. [Ipeamnomnaraercst, 4to, U3MeHsIs TTapaMeTphbl
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yPaBHEHUH, MOKHO OTIACATH BUIOU3MEHEHUST MOP(HOJIOTHIECKUX CTPYKTYD,
HAMpUMep, «TeTPANOIHBIX> KOHeUHOCTEH y pasHbiX BuoB (Goodwin, 1984).
KpuTuku noaxoa canTaioT, 9TO MOHATHE «MOP(MOTEHETUIECKUI 3aKOH >
TPAKTYETCST CTPYKTYPATMCTAMU CIIUIIIKOM OYKBAIBHO: JIJIST KAsKIOTO Kacca
CTPYKTYP MPEIIOJIATaETCsI «CBOI 3aKOH», UTO BXOJUT B IPOTHBOPEUNE C TPE-
GoBaHUAMY (DYHIAMEHTATBHOCTH 1 YHUBEPCATBHOCTHU, TIPEbSIBJISEMBIMU K
ecTecTBeHHOHayIHbIM 3akoHaM (Brigandt, 2002).

OtuacTu pasjesisisi 3T0 MHEHUE, BCe-TaKU HEJIb3sT HE MOIEPIKATh
CTPEMJIEHUST K OAYEPKUBAHUIO 3aKOHOMEPHOTO, HECJYIAallHOTO XapaKTepa
TOMOJIOTHYECKOTO CXO/CTBA. [0-BUANMOMY, K 9TOMY HAITPABICHUIO TIPUOJII-
JKQINCH TIPEJICTABUTENH MEOPEMUUeCKOU MOPPOI02uU, Pa3padaThIBaBIINE
OPHUTMHAIBHBIE MATEMATHYECKIE MOJIEITH CITUPATBHO 3aKPYUEHHbBIX PAKOBUH
6proxonorux Mosutockos (Raup, 1966; Payrm, Crannu, 1974).

MopdomeTpuyeckHii MoaX0/1 K TOMOJIOTUHU. B 110c/ie/1H1e TO/IbI UH-
TEHCUBHO Pa3BUBAIOTCS CTATUCTHUECKHE MHOTOMEPHBIE MOP(OMETPUYECKUE
U TEOMETPUYECKIUE TTOAXO/IBI K aHAJIN3Y PasMepPOB U (hOPMbI OHOIOTUIECKITX
00OBEKTOB W TIPEJIATAIOTCS Ty TH UX MTPUJIOKEHS VIS PEIEHUS 3a/1au CUCTe-
matuku u ¢punorennn (Bookstein, 1986; Rohlf, 1998; ITasaunos, 2000;
Morphology ..., 2002). TpaZUIIMOHHO CYUTAETCST, UTO KOJTUUECTBEHHBIE TIPH-
3HAKH, TIPOSIBJISTFOIIINE HEITPEPBIBHYIO U MIEPEKPBIBAOIITYIOCS U3MEHINBOCTb,
OTPasKAIOT JIUIIb (DEHETUIECKOE CXOJCTBO, T.€. CMECh TOMOJIOTHYECKOTO U
roMornuacTudeckoro cxoacts (Simpson, 1944; Sokal, Sneath, 1973;
Felsenstein, 1981; Cheverud et al., 1985), u 110 9T0ii IpUYKHE He MEPCIIEK-
TUBHBI /I pertenus ¢pusoreHetnyecknx 3axay (Farris, 1983). B To xe Bpe-
M B paze uccrenosanuii (Zelditch et al., 1995, 2000; Swiderski et al., 1998)
MIOKA3aHO, YTO OHU MOTYT BBISIBJISATH €CTECTBEHHBIE TPYIITTHI OPTAaHU3MOB U B
OTIPE/ICJICHHO CTETIEHN OTPakaTh TEHEATOTNYECKUE OTHOMIECHIS MEK/LY
HUMH, T.€. COfePkKaTh «(UIOTeHeTUIeCKil curiaa». [Ipu aToM cumraercs,
4TO MEPAPXUIO BIAUMOOTHOIIIEHUI MEK/LY TPYIITIAMHU 3a/1aI0T HabOPBI coYeTa-
HU#T TOMOJIOTHYHBIX COCTOSIHUI MPU3HAKOB, 00pasyoline cBoeoOpasHbIe
«IIaTTEPHBI», LU «MOPMOTUIBI>. TaKUM 06paszoM, TOMOJIOTH B MOPHOMET-
PUU TIOHUMAETCS KaK CJI0KHOE B3aMMOJIEHCTBIE TOMOTPapUIECKUX COOTBET-
CTBUI U PA3IUUMI MEK/LY TAKCOHAMU TI0 pazmMepaM 1 hopme Mopdostorudec-
KUX CTPYKTYP, BO3HUKINEE B PE3YJIbTaTe OHTOTEHETUYECKUX U (DHJIOTCHETH-
yeckux npeobpasosanuii (Hamphrie, 2002; Cole III et al., 2002).

1.4. IIPOBJIEMA TOKAECTBEHHOCTU ITPU3HAKOB
TP CPABHEHNU PASHbBIX BU/10OB 1 KPUTEPUU
TOMOJIOTU3AIINN

Kak u3BecTHO, MPU3HAKN MPUHAJIEKAT K YICIY CAMBIX OCHOBOIIOJIATa-
ONNX, (DyHIAMEHTATBHBIX CYIHOCTEH, KOTOPbIe N3HAYATHHO UCTIOIH30Ba-



TJIABA 1. TEOPETUYECKHUH AHAJIU3 ITPOBJEMBI TOMOJIOTHH 47

JIUCH JIJIST CUCTEMATH3AINK Betliell B okpy:katorieM Mupe. [lousaTre npusHaka
BEJIET CBOE HAYAJIO OT CAMBIX HCTOKOB TIPOMCXOKICHIS YeT0BEYECTBA M BO3-
HUKHOBEHUS s13bIKa. OHO 3apPO/INJIOCH Y HAIMUX MPEIKOB KaK MBICJb, UTO
OPTaHU3MBbI COCTOSIT U3 €CTeCTBEHHBIX eJIMHUI] (YacTell), KOTOpble MOTYT
OBITH MIEHTH(DUIIMPOBAHBI ¥ PA3HBIX 0cO0Ei U faske ocobeil pasHbIX BUIOB
(TIpeicTaBJICHIS O BU/IAX TIPU 3TOM, €CTECTBEHHO, OTJIMYAIICH OT COBPEMEH-
HbIX). OTcio/1a ¥ BO3HUKJIA Ujiest TOMOJIOTHU. B caMoM 0611ieM MeTO10JI0T -
YeCKOM CMBICJIE TTPobJIeMa MPU3HAKOB B GHOJIOTUH — BOIIPOC O TOM, KaKue
(yHIaMeHTaThHBIC eIMHUIIBI UTPATOT KAY3JIBbHYIO POJIb B M3y4aeMbIX MTPO-
meccax (Wagner, 2001), T.e. T/1aBHBII BOITPOC COCTOUT B TOM, KaK PaCclO3HATDH
WCTUHHBIE (eCTECTBEHHBIE) TPU3HAKH, a He HaBSA3aHHbBIE U3BHE, KOTOPDIE,
CKOpee, CKPOTOT OT HAC TO, 9TO MBI XOTUM MOHATH. Kak TPaBUIILHO TIPOBECTH
MEPBUYHBIN HAOOP TIPU3HAKOB [IJIsT UCCIIEOBAHUS?

B MoHOrpaduu, crienuanbHO MOCBAMEHHON 00CYKIEHIIO KOHIIETITIAN
npusHaka B aBoJononnoit 6uosorun (The Character Concept..., 2001),
JlaeTcs caeytoniee onpeziesieHre MpU3HaKka — 4acTh OPTaHU3Ma, KOTopas
MOJKeT OBITh C JIOCTATOYHOU OIMPEAETEHHOCTHIO WACHTU(DUINPOBAHA U WUT-
paeTt oTpeeJIEHHY0 POJIb B HEKOTOPBIX OUOJOTHUECKUX MPOIEccax
(Wagner, 2001). OzHako HaM TIPEICTaBISIETCS COBEPIIEHHO CTIPABE/IJTUBBIM
samevanue V.51 ITasaunosa (2005) o ToM, 4TO npusHaK Kak 6a30BbIi dJ1e-
MEHT OIMCAHUS 00BEKTa He CJEYET OTOKAECTBISATH CO CBOHCTBOM (aTpu-
6YTOM, 4aCThio, aCMEKTOM). Be3ycIoBHO, MEKY STUMU MOHATUSIMU HET
B3aMIMHOOTHO3HAYHOTO COOTBETCTBUS, TaK KaK B HUX I0-Pa3HOMY COYeTa-
I0TCSI 9JIEMEHTBI OOBEKTUBHOCTH 1 CyObeKTUBHOCTH 3HaHust. Kak n3BecTHO,
OJTHO U TO K€ CBOWCTBO MOJKHO OMKCATh PA3HBIMH CTIOCOOAMU.

YTBep:KIeHIe O TOMOJIOTHH ABYX MTPU3HAKOB Y IBYX BUIOB O3HAYAET,
4TO ¢ GUONOTMYECKOI TOUKH 3PEHUST 9TH BUJIbI XAPAKTEPUIYIOTCST OIHIM 1
TeM JKe MMPU3HAKOM, T.€. 9TU NPU3HAKU Y HUX PaBHBL. B ompenesennom
CMBICJIe TOMOJIOTU3AIINSI CBOJIUTCS K TIPOTIeyPe BhIIEIEHUsI ITPU3HAKOB
(Iarankws, 2002), nan meporos (Meiien, 19886). [Toatomy MbI yaennan
0cob0e BHUMAHUE METO/[aM YCTAHOBJIECHUST TOMOJIOTUYECKOTO CXO/CTRA,
WJTH OTIePAIIMOHATTBHBIM KPUTEPUSIM TOMOJIOTU3AIIHI.

B cepeaune mpoiwaoro Beka Boian 063opsl A. Pemane (Remane,
1955, 1956), criermanbHo TOCBsIIEHHbIE 3TOH mpobieme. OH paccMarpuBa-
€T TPU OCHOBHBIX MOP(MOTIOrUYeCcKIX KPUTEPHUSI TOMOJIOTUY — OIUHAKOBOE
TI0JI0KEeHNE CPABHUBAEMBIX OPIaHOB — «KPUTEPUI TIOJIOKEH US>, UX OJIITHA-
KOBO€ CTPOEHNE — «KPUTEPUIl CHIEIMAIbHOTO Ka4yecTBay 1 HAJNYKe Mepe-
XOZIHBIX (DOPM MEKY COTIOCTABJISIEMBIMU OPraHAMU — «KPUTEPUiT HeIpe-
PBIBHOCTH>.

Kax 651710 oKa3aHo BbIle, MOPHOJOrnYecKast TOMOJIOTHS OCHOBaHA
TJTaBHBIM 00PA30M Ha KPUTEPHUH MOJIOKEHUS YacTeil B IeJIOM, TPUYEM U B
CIIyYasix 3HAYUTEJbHBIX CMEIEeHUI YacTell OTHOCUTENbHO IPYT APYyTra MX



48 A.l. Bacumves, U.A. Bacunvesa. TOMOJIOTHYECKAA HUBMEHYUBOCTD ...

BCE 7K€ MOKHO TOMOJIOTH3UPOBaTh, OOIIEU3BECTHO, YTO HHTYUTHUBHASI CIIO-
COOHOCTH K TOMOJIOTH3AI[UN Ha OOBIIEHHOM YPOBHE MPHUCYIIA HE TOJBKO
B3POCJIBIM JIIO/ISIM, HO U COBCEM MAJICHbKUM JIETSIM (XOTS CJEIYET BCE JKe
YIOMSHYTb, UTO PE3YJbTAT P 9TOM JIAJICKO HE BCET/Ia COBIMA/IAET C HAy4-
HbIM ). OUeBUHO, TIABHYIO POJIb B IAHHOM IMPOIecce UTPAET BBIJCTCHUE
B3aMMOPACIIOJIOKEHUS YacTell B 11eJIoM 0ObEeKTe U yUeT CBSA3EH MeKITy
Humu. ViMmenHo takue cBsa3u nmedt B Buny sKoddpya Cent-Winep, npenmio-
JKUBIIWH «TIPUHITAT KOHHEKCcUI». COBpeMeHHbIE aBTOPBI HA3bIBAIOT 3TO
«CTPYKTYPHBIM MO0OUEM>, UJIH KOHCTPYKTUBHBIM cxoacTBOM (MaMKaes,
2001, 2004; Kopomna, 2002; [Taranxkun, 2002; Kopona, Bacuibes, 2007).

Moz «CrenuasbHbIM KaueCTBOM» MOHUMAIOTCST 0COOEHHOCTH BHEIITHEN
(opMBI, BHYTPEHHETO CTPOCHUS U BEMECTBEHHOTO COCTaBa OPTAHOB U YacTei
OpraHn3MoB. B coBpeMeHHO MOJIEKYISIPHOI TeHEeTUKe UMEHHO BTOPOH KpH-
TEPUH — MPOCTOE CXOCTBO HYKICOTUAHBIX MTocsenoBarenbHocTeit JJTHK —
yrnoTpebsieTest Kak eINHCTBEHHBIN MTPUEM FOMOJIOTH3AIMY YIaCTKOB T€HO-
Ma, TIPH ATOM JIOKaJU3aIust (hparMeHTOB MOJKET BAPbUPOBATH, KaK 1 KOJINJe-
ctBo konuii (Padd, Kopmen, 1986; Tunbepr u ap., 1997, Cunrep, Bepr,
1998). 3toT KpUTEPHiL, GE3YCIOBHO, UTPAET BEAYIILYIO POJIb U B TTAJIEOHTOJIO-
TUH, KOT/Ia TPUXOUTCS MMETD JI€I0 C M30JUPOBAHHBIMU (hparMeHTaMu TeJ
wim gaxke ux ornedatkamu (Meiien, 1977, 1988; Tarapunos, 1987).

N3 Tpex nmepeynciIeHHbIX BhINe KPUTEPUEB «KPUTEPUT HETIPEPBIBHO-
CTH», WM HAJMYUS IEPEXOTHBIX (DOPM, TIO0 Ba)KHOCTU cTaBuTcst Pemane Ha
mepBoe MECTo, Kak HanboJiee HArJSAHBIN U yOoenTe bHbIiH. BO3MOKHOCTD
3aMOJHUTD «Pa3PbIB» MEXK/Y PA3INIAIONUMICS 00BEKTAME cepueil mepe-
XOIHBIX (POPM MOJKET OBITh Pea30BaHa B Pa3HbIX BapuaHTax. Bo-mepBbix,
HETIOCPEe/ICTBEHHO TIPU aHAJIN3€e TAJTeOHTOJOTHYECKOTO MaTeprasa Ha moc-
JIeIOBATEIbHBIX CTPATUTPADITUECKIX «XPOHOCPE3ax» MPEJ0K — IIOTOMOK, U
97O yiKe Oyner najgeoHTosorndeckuii kpurepuii (Cumicon, 1983). Ecimu
HCTIOJIB3YIOTCS CTaIMN SMOPHOHATIBHOTO PA3BUTHUS UM BO3PACTHBIE ATAITBI
TIOCTHATAIBHOTO OHTOTEHE3a, TO MBI TPUXOINM K OHTOT€HETHYEeCKOMY KPU-
tepuio. OueHb TUIOIOTBOPHBIM B ATOM IJTaHE MPEICTABISIETCS U3YU€EHHE PY-
IVIMEHTAPHBIX OPTAHOB, O KOTOPBIX MHOTO TiHcas [lapBuH, BbISBIEHNE aHO-
MAaJIHii, YPOJICTB M TaK HA3BIBAEMBIX «POJICTBEHHBIX OTKIOHeHUlT» (Kpenke,
1933-1935). U, nakonelr, aHain3 MapajiebHOW BHYTPUBUAOBON M3MEHY M-
BOCTH y GJIM3KUX TAKCOHOB, HA TIEPCIIEKTUBHOCTH KOTOPOTO YKa3biBas u Y.
Japsun, n nozauee H.M. BaBunos. K jannoMy nepevnio, Ha HaIl B3TJISI,
6e3yCIOBHO, Cle/lyeT 100aBUTh MOXOJIbI, CBSI3aAHHbIC C U3yYCHUEM BHYTPH-
WHAUBUIYAJbHON M3MEHUYNBOCTU KAaK HA OPIaHU3MAaX C MO/LYJIbHOI CTPYK-
typoit (Mamaes, 1973), tak u ¢ 6unarepanbHoii cummerpueil (Bacuiibes,
1988, 2009; Kopona, Bacumbes, 2007).

[TomuMo Tpex ocHOBHBIX MOpdoJIoTUYECKUX KpuTepues, Pemane
IPUBONT TAKKe PSJI AOTIOJTHUTENbHBIX, UM BCIIOMOTATETbHbIX, KOTOPBIE
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KacatoTcs TaK Ha3bIBAEMBIX «IIPOCTBIX» CTPYKTYP. [lo-BugnMomy, peunb
UJIET O CTPYKTYpPaX, [t KOTOPBIX TPYAHO UCIIOJb30BAaTh OCHOBHBIE KPUTE-
puH, 0COOEHHO BTOPOH — «CIENUaJbHOTO KaueCTBay — M3-32 UX OTHOCH-
TEJILHO MPOCTOTO cTpoeHus. [1o ero MHEHWIO, BCTPEUaeMOCTh TaKUX OTHO-
CUTEJBHO TIPOCTHIX CTPYKTYP Y OOJIBIIOTO YHcia OJIUBKUX BUILOB MOKET
YKa3bIBaTh HA UX FOMOJIOTHIO. [Ipr 9TOM BEpOATHOCTH TOMOJIOTU3AIINHT
BO3PACTAET, €CJIU OJTHOBPEMEHHO YUUTHIBAETCS MHOTO TIPOCTBIX CTPYKTYP.
OnHaxo ecyiu MPU3HAKK OOHAPYKUBAIOTCS ¥ TATEKUX B CHCTEMATHIECKOM
OTHOIIEHWH BUIOB, TO BEPOSITHOCTD X TOMOJIOTU3AIINH CHIYKAETCS.

A. Pemane o6cyskaaer TakKe U KPUTEPUU aHAJIOTUH, DTO, MPEKIE
BCETO, MOKA3aTeH, aTbTePHATUBHBIC KPUTEPHUSM ToMosioruu. HeTpyHo
BUJIETH, YTO TTOCJTEAHUI U3 TPYIITIHI BCITOMOTATEIbHBIX KPUTEPUEB YKa3bIBa-
eT Ha Hee TPAMO. [[OTTOTHUTETHHBIMU KPUTEPUSMHE, CBUIETETLCTBYIONTUMHI
0 HE3aBUCHMOCTH TIPHOOPETEHTST CXOCTBA, CAUTAIOTCS CXOMHAS Cpefia 001-
TaHUsI, CXOAHBIN 00pa3 JKU3HU, a TaKKe eJUHCTBO GyHKInu. 3 oTede-
CTBEHHBIX OMOJIOTOB HarOOJIbIllee BHUMaHUE aHATOTHsIM yaessin B.A. Jlo-
resib (1938), KoTopbIil BU/ET TIEPCIEKTUBY B M3YYEHUH aHATIOTWH B Kade-
CTBE «<MHCTPYMEHTAY JIJIS PACTIO3HABAHUS «(DOPMUPYIOIIETO BIUSHUS Cpe-
JIBI B UUCTOM BUE», €3 MACKUPYIOIIEro BIUSHIS (QUIOTEHETUIECKOI
00YCIIOBIIEHHOCTH,

[ToMuMO KpUTEpPUEB TOMOJIOTH3AINN B (DPUITOTEHETUIECKUX UCCIIE/I0-
BaHUSX, T.C. TIPU TAKCUYECKOM TMOXO0/IE K MPoOIeMe TOMOJIOTH3AINH, O KO-
TOPOM TOBOPUJIOCH BBIIIIE, TIPEJIOKEH TAKKE PSJ «<TECTOB OLEHKU TOMOJIO-
run» (Patterson, 1982; de Pinna, 1991), ¢ TOMOIIBIO KOTOPHIX MOMKHO IIPO-
BEPSITh UCTUHHOCTD WJIH, HANIPOTUB, JTOKHOCTH TUIIOTE3 O TOMOJIOTHH TeX
WJTV WHBIX TPU3HAKOB. B COOTBETCTBUU € UTOTAMU TECTHPOBAHS TUIIOTE-
3a MOJKeT OBIT OO0 pUHATA, TU60 OTBepruyTa. [Ipemmaracrest oleHBaTh
HUCTUHHOCTH THUIIOTE3 O TOMOJIOTHH TTOCJIE TPOBEIEHISI TPEX TECTOB: CX00-
cMBa, KOHBIOHKUUU N KOHZPYIHUULL.

Cxo0cmeo xax mecm oyenxu 2omonozuu. Kax n3BeCcTHO, MOHSTHE
cxXo/cTBa B MOPdoI0ruu KpaitHe pactibiBuaTo. O poJid CXOICTBA B ITPOIIe-
JIype TOMOJIOTU3AINK HeT eimHOoTO MHeHusT: oxau (Stevens, 1984, p. 403)
MPU3HAIOT, YTO <MPU OTCYTCTBUU CXOJICTBA HEYETO U MEUTATH O TOMOJIO-
run», apyrue (Cracraft, 1981) cunraior, 4T0 OTCYTCTBHE CXOACTBA €IIe He
TI03BOJISIET OTBEPTHYTh IMITOTE3Y O TOMOJIOTHH. VIMeeTcst 1 TpoMexyTou-
HBIIf BAPUAHT: caMOe MEPBOE, YTO 3aCTABJSIET 3ATI0I03DUTh BO3MOKHOCTh
TOMOJIOTUH, — 3TO UMeHHO Hamnuue cxoactsa (Bock, 1977). Ilo-Buaumomy,
CXOJICTBO He MOJKET PACCMATPUBATHCS B KAUECTBE TECTA JIJIsT OI[EHKU TOMO-
JIOTHH, TaK KaK OHO caMO 10 cehe sIBASETCS UCTOYHUKOM TIPETTONOKEHST
o nepsuyuHoii romosorun (de Pinna, 1991).

Tecm na xonstonkyuto, unu cosnadenue, npejyoxen [larrepcoHom
(Patterson, 1982) nsa arpcrduraium mpearionoKeHuit 0 TOMOJIOTHH TTPU-
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3HAKOB B TIpejiesiax OpraHu3Ma oQHOUW ocobu. Cumraercs, 4To ecJiu JBe
CTPYKTYPBI 0OHAPYKMBAIOTCSI OTHOBPEMEHHO B OTHOM OpPTaHU3Me, TO OHU HE
MOTYT OBITh TPU3HAHBI TOMOJIOTHYHBIMU (€CTECTBEHHO, UTO PEUb UIET HE O
cepuanbHON TOMOJIOTHH ). JIoTnaecKnM mpO0IKeHeM 3TOTO YTBEPIKICHNS
apigercs npeanonaoxenne Pumnsg (Riedl, 1979) 06 «anatomuyeckoil eum-
crBerHocTn». [Tarrepcon (Patterson, 1982, 1988) npuBoaut 06pasHbIil Mpu-
MeP IS WITIOCTPAIAY IAHHOTO TIPUHITUTIA, KOTOPBIH TJIACUT, UTO <YTBEPK-
JIEHIE O TOMOJIOTHHU PYK YeJIOBEKA M KPbLIBEB MTHIL OBLITO OBl OTPOBEPTHYTO,
ecsit ObI OBLIO IOKA3aHO CYIIECTBOBAHUE AHTEJIOB>. B CBSI3U ¢ 9TUM NMeeT
CMBICJT Pa3InvaTh «IIPU3HAKU» U «cocTosTHUs npusHakoB» (Eldredge,
Cracraft, 1980). ToBOPUTH O «COCTOSTHUU MTPU3HAKA» CJCAYET B CJIydae, eciu
MOJKHO TPaHC(HOPMUPOBATH OZIHY CTPYKTYPY B APYTYIO Uepe3 Pl epexo-
HBIX CTAJIWIH, JITST CAMOCTOSITEIbHBIX TIPU3HAKOB MPETIOIaraeTcst He3aBUCH -
MOCTD ZIpyT OT /pyTa. OTCIoa BRITEKAET CJIE/ICTBUE: €CIU /[BA CBONCTBA
(CTPYKTYPbI) HAlZIEHBI Y OJTHOTO U TOTO K€ OPTaHW3Ma, OHU He MOTYT TIpe/I-
CTaBJATH «(hparMeHTHI OJTHON TPAHCHOPMAITMOHHON CEPUNy, a ATO 3HAUNUT,
4TO JIMOO OHU HPECTABIISIOT COOON pasHble MPU3HAKHU, JTUOO TOMOJIOTU3AIUs
noskHa ObITh ipusHaHa ormmbouHoH (de Pinna, 1991). Takum o6pasom, Tect
Ha KOHBIOHKITUIO TIPU3BAH BBISIBUTH BO3MOKHBIE CJIyYan MyTAHUIIBI MEXKITY
WCTMOJIb30BAHNEM HE3aBUCUMBIX TPU3HAKOB U X COCTOSTHUIA.

Tecm na xonepyanmuocms. KOHTpysHIIUS — OUH 13 (hyH/IAMEHTAb-
HBIX TIPIHIIUTIOB (QUIOTeHeTHYeCcKOi cucteMaTiKi. OH BO3HUK C TIOSIBJICHU-
€M KJIQJIMCTHUKH, KOoT/la OcHOBaTe b aToro Hanpasenus B. Xennur (Hennig,
1966) 06cyxaan apPeKT «B3aUMHON MILTIOMUHALMK> TIPU3HAKOB, OTPAKAIO-
MU UX B3aMMHYIO COTJIACOBAHHOCTD. /]Ba anoMopdHBIX TPU3HAKA CUUTAIOT-
€S KOHTPYIHTHBIMH, €CJIM COBIAJIAIOT BhIle/sieMble MMU rpytisl. Hanbomee
MOCJIEIOBATEIBHBIM CIIOCOOOM OTIPE/ICJICHUST KOHTPYIHTHOCTH CYUTACTCS
MeTo]1 «cTporoi mapcumonum» (Farris, 1983), rak kak oH He 3aBUCUT OT
TIPEATIONOKEHIUH 06 HBOJIOIIMOHHOI MOJIEIM MJTH TEMITaX SBOJIIOIMHU TPU3HA-
KOB. /Ipyroii MeTo/I — aHAJI3 COBMECTHMOCTH, UJIHM TaK HA3bIBAEMBbIil «KJIUK-
anamus» (Meacham, Estabrook, 1985), Menee mmpoko pacipocrpatet. I1o
UTOTaM 3TOTO TeCTa MPeAIOYTEHNE OTIAETCST TOH MOIEIN B3aUMOOTHOIIEHU
MEKTY TAKCOHAMU, KOTOPYIO TIO/UIEPKUBACT CaMblii 60IbINoi Habop coBMa-
MATONIUX TIPU3HAKOB, HA3BIBAEMbIiT «HAMOOJIBITECH KIMKOW», HECOBMA/IAIONIHE
MPU3HAKY TIPY TOM UCKITIOYAIOTCS U3 AIbHEHIIEro anaimsa Jnbo Bee cpasy,
J160 TOCTETIEHHO, TIO PE3yJIbTaTaM TIOBTOPHBIX CEAHCOB TeCTUpPOBaHust. Eciu
NPU3HAKY PACTIPEIEJISTIOTCS TI0 TAKCOHAM HEKOHTPYIHTHO, TO KIUK-aHATIU3
OKa’KEeTCsT MAJIO TIPUTOAHBIM [IJISI BBIABIEHUS TTATTEPHA KIAJUCTIYECKOH nC-
topuu. [pu yaaneHuu GoJIbINOTo YHCa MTPU3HAKOB CTAHOBUTCS YIKe TPY/HO
CYZIUTh O TOM, KaKIe CXOJICTBA SIBJISTIOTCS PE3YJIBTaTOM TOMOILTIA31H, a KaKie
ner (Farris, Kluge, 1979). Ciegyer 3aMeTuThb TakKe, 4TO IIPU STOM HE BbISIB-
JISTIOTCSI TTAPAJITIENTU3MBI I PEBEPCUN.
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H.11. BaBuios

CrpemiieHure K MoucKy HanboJiee 00X 3aKOHOB, YIIPABJISIONIIX €C-
TECTBECHHDBIM pa3Hoo6pa3HeM, " MaTEMATUYECKNU TOYHOMY ONHNCAHUIO MOP-
(osrornyeckux 3aKOHOMEPHOCTEH OBLIO CBOWCTBEHHO MHOTUM POCCUNCKUM
OGuosioraM: 3/1eCh HEJb3sT HE YIOMSHYTh pabOThl TAKUX aBTOPOB, KaK
H.M. Basuios (1920), JI.C. Bepr (1922; uur. no: Bepr, 1977), A.A. Jliobu-
meB (1925, 1982), H.II. Kpenxke (1933-1935), B.H. Beknemuries (1944,
1994), B.A. [loremns (1954), I1.B. Tepentnes (1959), C.B. Meiien (Meyen,
1973, 1978), B.B. Kopona (1987), N.1O. ITonos (2008).

MHorHe ncce[oBaTe I BeJU MOUCKH 3aKOHOMEPHOCTEH B Pa3HO00-
pasuu GHOJIOTHYECKUX 0OBEKTOB MapalJIeIbHO € BBIXOJOM B CBET TPY/IOB
.. MenneneeBa, KacarommXcs CO3MaHNS TEPUOINIECKON CUCTEMBI XUMU-
YECKUX HJIEMEHTOB U (POPMYIUPOBKYU TIEPUOIMYECKOTO 3aKOHA. B yacTHO-
CTH, aMePUKAHCKUI MasieoHToJI0T J. Kol BBISBUII, UTO CYIIECTBYIOT MapaJi-
JIETU3MBI B CTPOEHUN MHOTUX 6I/IOJIOI‘I/I‘IGCKI/IX TPYIIT JKUBOTHBIX, KOTOPbIE
OH Ha3bIBAJI TOMOJIOTUYECKUMU PsijlaMu. Hapsijy ¢ 3TUM OH BbIJIEJISI U Te-
TepoJiorudeckue psiapl. He MCKIIOYEHO, UTO TMO3/[Hee UMEHHO Ha TEPMUHO-
goruto J. Koma onupasncs H.. Basuiios.

Huxkosrait IBaHOBIY BaBUJIOB CTPEMUJICST YIIOPSIZIOYNATD Pa3HOOOpasie
BUJIOB TIO ITPOSIBJIEHUSIM U3MEHYUBOCTH, YTO BBLIAIIOCH B (DOPMYJIUPOBKY «3a-
KOHA TOMOJIOTUYECKUX PSZIOB B HACTEICTBEHHON n3MeHINBOCTHY (BaBmiios,
1920). H.W. BaBuiioB npoaHain3MpoBaJ MHOTOUHCIEHHBIE YKa3aHUS CUCTe-
MaTUKOB Ha 3aKOHOMEPHOCTHU U MaPaJIJIEJIM3Mbl USMEHUYNBOCTHU B OT/IEJIbHBIX
TPyTIax PaCTeHNIT 1 JKUBOTHBIX, YTO CBU/IETEHCTBOBAJIO O TIIMPOKON PacIiipo-
CTpaHeHHOCTH ATOTO siBJieHust. Harpumep, on cebliasicst Ha /lapBuna, KOTOPbIi
B CBOIO 0Y€epe/ib YIIOMUHAET paboThl GoTaHnKa HojeHa Ha THIKBEHHBIX 1 yCTa-
HOBJIEHHBIN 3HTOMOJIOTOM YOJIIIIeM 3aKOH YPaBHUTEJIbHOH, NI PaBHO3HAY-
Hoit, m3menumBoctH (law of equable variability). drtor 3akoH oTpakaer obime
TEHACHIINU B IIPOABJCHUN N3MEHYNBOCTU Y POACTBEHHDBIX BU/I0OB HACEKOMbBIX
1 chOpMYJIMPOBAH Crieaytonmm obpasomM: «Eciii Kakoi-mbo NprsHaK M3MeH-
YuB B O/THOM BUJIC [[aHHOfI T'PYTIIbI, TO OH 6y[[€T TIPOABJIATH TEH/IECHITUIO K U3~
MEHEHUIO U B IPYTUX POJICTBEHHBIX BU/AX; U €CJIU KaKOM-I1b0 MPU3HAK CO-
BEPIIEHHO KOHCTAHTEH B O/THOM BU/IE [[aHHOfI TPYIIIbI, OH 6y/:[eT CTPEMUTHCA
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OBITH KOHCTAHTHBIM Y POZICTBeHHBIX BU0B> (Walsh, 1863; riut. mo: BaBuiios,
1965, c. 222). Cam dapsun (1991, c. 136) muret: «PasamaHbie BUABI TTPE/T-
CTaBJISIOT AaHAJIOTUYHBIE (TTApAJITIETbHbIE. — ABT.) BapHaIliy, BCICACTBUE YETO
Pa3HOBUIHOCTH KAKOTO-THO0 BUA HEPEIKO MPpHoGpeTaeT Mpu3HaK, CBOM-
CTBEHHBII POJICTBEHHOMY BU/LY, MJTH BO3BPAIIACTCS K HEKOTOPBIM ITPU3HAKAM
6oJiee pannero 1pegka». OaHaKo OH He npuaaBas 9TuM (akTam OOJIBIIOr0
3HAUEHWST M PACTIPOCTPAHSII SIBIEHUS TTAPAJIIeIn3Ma TOJTBKO Ha BU/IBI OJTHOTO
poxa. ITo muenuto A.A. JTrobuiiesa (1982), npupanue napauiennsmy 6osee
00111eTO XapaKTepa BOILIO ObI B TPOTHBOPEUHE C IMBEPTEHTHBIM XapaKTEPOM
ABOJIIOTIVH, TTPU3HABAEMBIM JlapBUHOM.

H.U. BaBuioB MpUBOIUT MHOTOYHMCTEHHBIE OMYOINKOBAHHBIE TTPH-
MepBI MapasieJbHON N3BMEHUNBOCTH Y KUBOTHBIX. OH cchlaeTcs Ha JaH-
wele B.M. [llnMkeBrYa 1Mo MAHTOINO/AM U €T0 MEePUONIECKYI0 CUCTEMY
KJIaccuUKaAIm, KOTopasi lajia BO3MOKHOCTD TIPETIONIOKUTH CYTIECTBOBA-
HUE eTle He U3BECTHBIX (DOPM B ATOI IPYTITIE, MapaJieJbHbIe PS/IbI Y UCKO-
MaeMbIX TOJIOBOHOTUX (ToHHaTuTOB), yetanosaentsie [[.H. CobomeBbiM 1
MHOrHe fpyrue. borareimmit sinmansiit onsiT H.M. BaBuiosa o nsydennio
OTPOMHOTO YNCJIa BUZOB U POJIOB B TIPEIEJIaX OTAETbHBIX CUCTEMATHIECKITX
TPYII PACTEHUH B COYETAHWH C AaHATMIOM JIMTEPATYPHBIX JAHHBIX TTO3BO-
JIJT eMy OOHAPYKUTh Y HUX OOIINe, MapaiieIbHbIe TeHACHIIUN B M3MEHYH-
BOCTH, TOBTOPSIIONINECS OT CeMelCcTBa K CeMelCTRY.

2.1. BAKOH TOMOJIOTUYECKUX PA/10B B
HACJIEICTBEHHOM N3MEHUYMBOCTHU H.11. BABUJIOBA

Hukomnait IBanosnu BaBuiios Ha ocHOBE OTPOMHOTO (haKTHUYECKOTO
MaTeprasia o MapajiieJbHON N3MEHIMBOCTH MOP(HOTIOTIIECKUX 1 (hruano-
JIOTUYECKUX MPU3HAKOB JUKOPACTYIIUX U KYJIBTYPHbBIX paCTeHI/Iﬁ BIIEpBbIE
TIOCTAaBUJI 3a/1a9y UHTETPUPOBAHNA U CUCTEMATU3AlINN ABJICHUN BHYTPpUBU-
ZI0BOTO TToTUMopdu3Ma 1 chopMyTUPOBAJ BBISBJIECHHBIE 3aKOHOMEPHOCTH
B «3aKOHE TOMOJIOTMYECKUX PSIOB B HACTEJACTBEHHON M3MEHYUBOCTH
(Basuios,1920; Vavilov, 1922; tut. 1o: Basuios, 1965). ITo ero Muenuio,
PpY CPAaBHEHUU TEHETUYECKU OJM3KUX BUIOB U POZIOB KaKABIN M3 HUX
MOJKeT OBITh OXapaKTEPU30BaH KOMILJIEKCOM HEBAPbUPYIOIIIX MTPU3HAKOB,
MPUCYIIUX BeceM GopMaM 1 0coOsIM, BXOJSAIIUM B COCTaB JaHHOTO BHUJIA.
Jl71s yCTOBHOTO OTTMCAHUS 9TOTO KOMILJIEKCA MPU3HAKOB, MIOCTOSHHBIX B
npeziesiaX BU/IA WU POJIA U OTPAKAIOIINX eT0 MOPGhOJIOTUIECKYT0, (DU3NO-
JIOTUYECKYIO U TEHETUIECKYIO CEIUMUKY, HO OTIMYAIOININX eTO OT APYTHUX
BUI0B 1 pojioB, H.V. BaBUIOB Ipe/IsIoKUIT TIOHSATHE «PaJInKa» U BBEJ
COOTBETCTBYIOMIIE OYKBEHHBIE 0003HAUeHNs. PafnKasbl pooB OH 0003Ha-
YT JIATUHCKOH GyKkBO# G (0T JIaTHHCKOTO genus — poj), BuaoB — L (0T Ha-
3BaHUS «JIMHHEOH», BBeZICHHOTO JloTcH 17151 oJimMOpGhHBIX BUZOB). Bapb-



ITIABA 2. HOMOTETUYECKHUE 110/IX0O/IbI K IIPOBJIEME USMEHYUBOCTHU 53

UPYIOIIUe TPU3HAKN BUOB U POJOB 0003HAUEHBI B CKOOKAX CTPOTHBIMU
JIATUHCKUME OYKBaMU, a UX COCTOSTHUST — IIU(MPOBBIMU MHICKCAMHU.

B opurnnaibHOM TekcTe BaBrioBa 3aK0H TIPEICTABJICH B BUJIE CJIE/TY-
o11eit hopMyJIbI:

L(a+tb+c+d+e+f+g+h+i+k.),

Ly(at+b+c+d+e+f+g+h+i+k.),

L,(a+b+c+d+e+f+g+h+i+k.),

rae L, L, L, — 9T0 pajrikasibl, pas/inyaioniye JMHHEOHb! OJIUH OT APy~
roro; a, b, ¢ ... — BappUpyOINe TPU3HAKA: OKPAcKa, popMa Jernyii, TUCTh-
eB, crebJieil u T. 1. PasjimuHble BRIPAKEHUS 9TUX TIPU3HAKOB aBTOP 3aKOHA
obosnauma qudpamu: a , a,, a,.., b, b,, b, u 7. 1. B mocrexytone roanr
H.H. Bopon1os (1966) npemyioxua MoanGuinpoBaHHY0 CXeMY 3aliCH
3aKOHA TOMOJIOTHYECKUX PSIZIOB U3MEHUMBOCTH B BH/IEe TaGJIUIIbI, BKIIOUYA0-
el He3armoJTHEHHBbIE B IAHHBI MOMEHT Y OT/IE/IbHBIX BU/IOB KJIETKU, UTO
MTOTYEPKUBAJIO TIPOTHOCTHYECKOE 3HAYCHUE BAaBUJIOBCKOTO 3aKOHA.

[TousaTre «pauKaza» JUHHEOHOB W POJIOB TIPU M3BEYHON HEIOCTATOY-
HOCTHU COOTBETCTBYIONUX 3HAHUH B 3HAUNUTEIBHOM Mepe SIBJISETCS JIOTndec-
KM BBIBOJIOM, aOCTPaKI[HEl, HATIPOTUB, BAPBUPYIOIIAs YaCTh (hOPMYJIBI MO-
JKeT OBITh OXapaKTEPU30BaHa CO BCET OMPE/IETEHHOCTRIO JIJIsT KOHKPETHBIX TaK-
COHOMHWYECKUX TPYTIL. B acTHOCTH, y pacTeHUIT B KauecTBe TPUMEPOB MTPOSIB-
JIEHUH TiapasiiesibHol namenunBocT H.V. BaBusioB nepednciisieT atbOnHN3M
U TIECTPOJIICTHOCTD, KAPJIUKOBOCTh U TMTAHTU3M, (haciiuanuy (PaciupeHyst)
Pa3IMYHBIX OPTAHOB, (HOPMY KOPHEH, TUCTHEB, MJIOZ0B, OKPACKY I[BETKOB U
TIOJIOB, TJIOTHOCTh COI[BETHL, OMYIIIEHHOCTH cTeOJIeil U INCTHEB, HAMYIE
TUUTOJTHBIX TIJIEHOK ¥ YEIITyid, a TAK)Ke Pa3Mephbl OPTraHOB M ITPOU3BOJIbHBIE IPa-
JAIY KA4eCTBEHHBIX COCTOSTHUIA. [ [PUHITMITHAIBHBIX TTPETISITCTBUI /15T BKJTIO-
YEHUST «B CKOOKU» Tpajaiuii (hM3NOIOrnuecKuX MpU3HAKoB Takxke Het. Kpo-
Me TOTO, aHATM3UPYETCsT UBMEHUMBOCTh KapnuoTuia. B ciayuasx dukcanum
KaKUX-JIMO0 COCTOSIHUIA TPUBHAKOB W YTPATHI MU MTOJIUMOPHOU3MA TIPU3HAKI
BBIBOJIATCS <32 CKOOKM» U CTAHOBSITCS YACTHIO PA/IMKAJIA, UTO YKA3BIBACT Ha
OTHOCHUTEJIBHOCTh TPAHUIIBI MEXK/TY STUMHU JABYMSI COCTOSTHUSIMU TTPU3HAKOB.

B urore H.W. Basusios (1965, c. 203) npuxoauT K ciaeayoiiei hop-
MYJIIPOBKE 3aKOHA:

«1. Bujibl 1 pojibl, TeHETHYECKU OJIN3KUE, XaPAKTEPU3YIOTCST CXOMHbI-
MU PsIIaM¥ HACJIEJCTBEHHON M3MEHUYNBOCTHU C TAKOW TTPABUJIBHOCTHIO, UTO,
3Has psig GOpM B TIPeiesiax OHOTO B/, MOKHO ITPEIBUIETh HAXOXKIEHUE
MapaIeTbHBIX (GOPM y APYTUX BUIOB U POAOB. UeM GJMKe TeHETHYECKN
PacIooKeHbI B 06I1el crcTeMe POibl U IMHHEOHBI, TEM MOJTHEE CXOACTBO
B PsIIax UX U3MEHYNBOCTH.

2. Ienbie ceMeiicTBa pacTeHuil B 001IEM XapaKTepU3yIoTCs OMpejie-
JIEHHBIM I[UKJIOM U3MEHUYMUBOCTHU, IPOXOISIIEN Yepe3 Bce POJbI U BUIbI,
COCTABJISIIONINE CEMENCTBOY.
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Hauas ¢ onucanus ¢GeHOTUNTNYECKOH N3MEHUMBOCTHU, MTOCTETIEHHO
Hwukonait IBaHOBWY MOABOIUT K MBICJIU, YTO 32 TOMOJIOTHEH (DEHOTUTIOB
CTOUT TOMOJIOTUSI Ha YPOBHE TeHOB: «VICX0/8 U3 MOJaBISAIONIETO YMCTA
(hakTOB CXOACTBA B HACJEACTBEHHON M3MEHUYNBOCTH Y OJIU3KUX BUIOB U
POJIOB, M3 CXOACTBA MyTaIlWil y OJU3KUX POJOB U BUJIOB, U3 JJaHHBIX TCHE-
THUKH, MOKa (hparMeHTaPHBIX, U, HAKOHEII, KCXO/ISI U3 001l 9BOMOIIUOHHOI
KOHIIETITIUY POJICTBA U €INHCTBA B PA3BUTUH, HAM MTPEICTABIISICTCS BEPOSIT-
HOU MPUJIOKUMOCTD 3aKOHA TOMOJIOTMYECKUX PSIZIOB B OCHOBHOM H K TEHO-
turtam» (Tam xe, c. 207).

B nocaenytomem reHeTHYECKAS W MOJICKYJISIpHAs TPUPOJIA SIBJIECHUI
TOMOJIOTUYECKOI H3MEHUMBOCTH CIIEIIMATIBHO 00CY KIaIach MHOTHMHU aBTO-
pamu (Kpenxe, 1933—-1935; Bopontos, 1966, 1967; Meauukos, 1981, 1987,
Bopo6besa, 1987; u ap.). H.H. Boponuos (1966) Ha ocHoBaHuu IpuBeIEH-
HBIX (haKTOB, CBUIETENBCTBYOIIUX 00 00PATUMOCTH My TAIIUIT U BO3MOKHO-
CTH BO3HUKHOBEHUST 0OPATHBIX MyTaI[Uil y 0c00eii ¢ HeCXOHBIM TEHOTH-
TOM, TTPUXOJIUT K BBIBOJY O TOM, YTO BO3MOKHO BO3HUKHOBEHUE TOXK/IE-
CTBEHHBIX TI0 JJAHHOMY TTPU3HAKY OPTaHU3MOB B Pe3yJIbTaTe Pa3HbIX MPO-
1eccoB Ha YPOBHe reHoMa. I[IpudyemM Takme mpU3HAKH, IO €TO MHEHUIO,
BIIOJTHE MOTYT CYUTATHCS TOMOJIOTUIHBIMU. JTU TIPEATIONOKEHIS TIOATBEP-
JUIUCDH TTOCTEYIONUM Pa3BUTHEM MOJIEKYISIPHON TEHETUKU U TEHETUKHU
passutust (Tunbept u ap., 1997; Houmaya, 1997).

3akon BaBusoBa 6bLT BBICOKO OlleHEeH coBpeMerHuKkamu (D uiui-
uyenko, 1925; Taiixykos, 1926; Troll, 1928; Kpenke, 1933-1935; Cunckasi,
2002). B nmocnemytoriemM ero HeOAHOKPATHO CPABHUBAJH 10 3HAYEHUTO C
MEPUOINYECKON crcTeMolt xuMuuecknx asemenToB /[.M1. Menneneesa (Bo-
ponios, 1966; Tumodees-Pecosckuii u ap., 1969; Jlobumes, 1982; S16.10-
KoB, Jlapuna, 1985; Haiikosckuii, 1990, 2006, 2008). OcobGeHHO YacTo MOK-
HO BCTPETHUTb YKa3aHUS HA €T0 MPOTHOCTUYECKYTO IIEHHOCTD. B yacTHOCTH,
MMEHHO Ha OCHOBAHUU 3aKOHA €T0 aBTOP, YIUTHIBAsI (DAKT CYIIECTBOBAHUS
PasHOBUM/IHOCTH MIIEHUIIBI, IUCTHS KOTOPOil HE UMEH «A3bIuKa» (6e3u-
TYJIBHOI ), TIPEATTOTIOKII BO3MOKHOCTH OOHAPY/KEHUsT GE3TUTYIIHHON PIKH,
KOTOpast BCKOPE JIeiiCTBUTENHHO Obliia HaiieHa.

ITo muenunio A.A. Jlio6umesa (1982), mopdosorndyeckne 3akoHOMeEp-
Hoctu, 06061eHHbie H.M. BaBUIOBBIM B 3aKOHE TOMOJIOTHYECKUX PSIOB,
TIOJIO’KMJIN HAYaJIO BBISICHEHUIO HOMOT€HETHYECKOTO KOMITOHEHTA 3BOJIIO-
1 (mpeobiaanue 3aKOHOMEPHOCTEH) B TPOTHBOBEC TUXOTECHETUYECKOMY
(mpeobaaganue caydaiiHocTell), XapaKTePHOMY JIJIsT TPAIUIIMOHHOTO ap-
spuHusMa. Krpome toro, A.A. Jlio6uiies sunen 3aciayry H.J. Basunosa B
TOM, UTO OH C OTIpe/leIEHHON TOUKH 3PEHIsT YKa3asl Ha CAMOCTOSITETbHOCTh
CHUCTEMATUKU KaK HAYKH, TOKOHYUB C TPU3HAHUEM €€ BTOPOCTENEeHHOI,
NOYNHEHHON POJIU IO OTHOTIEHHIO K 9BOTIONNOHHON TEOPUH.
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2.2. 3AKOH PO/ICTBEHHBIX OTKJIOHEHUI,
NJIN ITPABUJIO H.II. KPEHKE

W3yvas m3MEeHUYNBOCTD TIPUBHAKOB PACUJIEHEHHOCTH JIUCTOBOH ITJIac-
tunkn, H.I1. Kpenke (1933-1935) BBes nmoHsitne «(heHOreHeTHIeCcKoi u3-
MeHunBOCTH». Ha ocHOBe anammn3a «heHoreHeTHIeCKUX PSI0B», OTPAKAT0-
MIUX TIOCJIeI0BATETbHOCTD MOSIBIEHUS JUCTHEB OTIPeIeTeHHON (hOPMBI 1
PacUIEHEHHOCTH B TIPOIECCce OHTOTEeHe3a mobera, y GOJIBIIOTO YHCIa BUAOB
pacTeHMil eMy YIaJ0Ch BBISIBUTH Pl 3aKOHOMepHOCTell. B mpenenax ot-
IEITBHOTO TIoHera PacyIeHEHHOCTh JIMCTHEB, KaK MPABUJIO, BO3PACTAET OT
OCHOBAHUSI K CEPEIMHE, a 3aTeM CHOBA YMEHBIIIAETCS K BEPXYIIKe. DTU JaH-
Hble OB B IAIbHENTIIEM 00006IIEHbI UM B «TCOPHUH TIMKJINYECKOTO CTape-
Hus 1 omosoxkenust pactenuiiy (Kpenke, 1940). B mporecce ananusa ge-
HOTEHETHYECKUX PAZIOB ObIJIA BCKPBITA €Ile 0JIHA 3aKOHOMEPHOCTh, 3aKJII0-
YaIoIasicst B HETPEPBIBHOCTU TIEPEX0IOB (DeHOTEHETUIECKUX PSIIOB JINCTh-
€B OJIHUX BUJIOB B PsIIbI IPYTUX. DTOMY SIBJIEHHIO aBTOP /IaJl Ha3BaHUe «3a-
KOHA POJICTBEHHBIX OTKJIOHEHUIT». B HayuHOI JiuTepaType aTOT 3aK0H 60-
Jlee U3BECTEH KaK «IIPABUJIO POJACTBEHHBIX OTKJIOHEeHUIT Kpenke», min ere
Gostee kpaTko — «ipasuio Kpenke» (Meiien, 19886; Kopona, 1987; Kopo-
Ha, Bacuspes, 2007). B ¢popmyanpoBke aBTOpa OHO 3BYUYHUT CJIEAYIONINM
o6paszom: «Kakplit MHANBUAYYM JaHHON €CTECTBEHHON CHCTEMATHYECKOM
eIMHUIIBI, B CBOEI MOANMDUKAITMOHHON M MyTAallMOHHON N3MEHYMBOCTH,
MOKeT (HO He 00sI3aTEIbHO JIOJKEH ) BBISIBUT OJIUH UM HECKOJIBKO TIPH-
3HAKOB, He XapaKTEPHBIX [T JAHHOW eJIITHUIIBI, HO CIIETIU(DIYHBIX [T POJI-
CTBEHHOI CICTEMAaTHYECKO eJUHUIIBI — TOTO K€ CAMOTO WJIN JTasKe BBICIIIE-
ro mopsiika. O6paTHO: O OTPEIETCHHBIM OTKIOHEHUSAM MOKHO TIPE/Ioa-
raTh CyIIECTBOBAHUE COOTBETCTBYIONIUX POACTBEHHBIX CIAMHUII, XOTSI OB
OHU He OBLIN U3BECTHBI. SIBJICHUE 9TO OCHOBAHO Ha OGIIHOCTH TPOUCXOK-
JIeHUs pacCMATPUBAEMBIX IUHUIL, TIPU HETTOJTHOM 9BOJIIOIIMOHHOM HX pac-
XOKIeHUH. Bosbias crenenb poJICTBEHHOCTU JABYX PA3HbIX eIUHUI] CITO-
COBCTBYET YKa3aHHOMY, ECTECTBEHHOMY WU 9KCIIEPUMEHTATBHOMY, 3aX0K-
nenuio nx npusnakos»> (Kpenke, 1933-1935, c. 379).

ComnocTaBJisisi CBOI 3aKOH POJCTBEHHON N3MEHYMBOCTH C 3aKOHOM
romosiorndeckux psanos H. V. Basuiosa u 6;u3kuMu 06061IICHUSIMU, BBIC-
Ka3aHHBIMU 32/10JITO 710 HETO (MMEIOTCST B BULY «aHAJOTHMYeCcKasl H3MeHYN-
BOCTh» /lapBuHa 1 «paBHO3HAYHAs U3MEHUMBOCTh» Yommma), H.IT. Kpenke
TIUIIIET, YTO €ro 0606IEeHe OTHOCUTCS K MBMEHYMBOCTH WHIMBULYYMA,
torzna kak H./. BaBuioB u ero mpe/inecTBEHHUKY TOBOPSIT O IPYIIIOBOIT
U3MEHUYMBOCTH BUOB U pojioB. [lo muenuio Kpenke, rpynmnosast msmMmeH4un-
BOCTB, T.e. 060pa3oBaHue pac, BUJOB, MEPBUYHO TIPOUCXOIUT OT COOTBET-
CTBYIOIIETO U3MEHEHWS OJTHOTO UJTH HECKOJIbKUX NHANBUAYYMOB. Ha aTom
OCHOBAHUU OH CYMTAET, YTO B OCHOBE 3aKOHOB aHAJIOTHYECKON M3MEHYNBO-
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cru 110 [lapBUHYy U FOMOJIOTHYHON IPYIIIOBOI n3Men4nBocT Basuiosa
JIeKUT 3aKOH «POJCTBEHHON WHANBHUIYATHHON N3MEHUMBOCTU», TaK KaK
xapaxmep nposigienus M3MEHINBOCTH B 000MX CIydasx ogquHakoB. OTcio-
7Ia OH JieJIaeT BBIBOJ O TOM, YTO UMEHHO «POJICTBEHHAsI MHINBUTYyaTbHAS
M3MEHYMBOCTD> 0OYCIOBINBAET SBJIEHUS POJICTBEHHOTO MAPAJIeN3Ma B
IPYNTIOBOI U3MEHUYMBOCTH, KOTOPBIE NMeeT B BULy BaBuiios.

31ech HEOOXOMMO TIOSICHUTD, uTO KpeHke, roBopst 00 WHANBULYaJTh-
HOU M3MEHYMBOCTH, UMeeT B BULY (heHOTCHETHUUECKYIO M3MEHINBOCTb, T.€.
MophOoTOTHIeCKHe OTKJIOHEHNUS, BOSHUKATOIIIE B TIPOIIeCCe PA3BUTILI, BHE
3aBUCHUMOCTH OT TOTO, KAKUMU TPUYMHAMK OHU BBI3BAHBI — HACJE/ICTBEH-
HBIMH (DAaKTOpaAMU WJIU BIAWSHUEM YCJIOBHUH cpefbl. Pekie cocTogHMS TIpu-
3HAKOB Y OHUX (POPM, T.€. SBJISIONINECS A HIX «aHOMATUSIMU», MOTYT
OBITH COBEPIIEHHO HOPMAJIbHBIMU, OOBIYHBIMHE, TPEICTABICHHBIMHU C BBICO-
KOI1 4acTOTON uiu 1ake (PUKCUPOBAHHBIME Y OJIM3KUX BUIOB, a BO3MOKHO,
1 6oJIee OTAATEHHO POACTBEHHBIX GOPM. ITO TTPUBOIUT ABTOPA K BHIBOLY
00 OTHOCUTESIBHOCTH «PaJInKajia» ¥ U3MEHUYNBOU YaCTH, <HOPMBI» W «yPOJI-
CTBay, ¥ TO U IPYTO€ OH CBOJUT K MPOSIBJICHUSM BCe TOH Ke (heHOTeHeTH-
YecKoif n3MeHuYnBoCTH. KpoMe TOTo, COCTOSTHUS, KOTOPBIE ¥ OTHUX BUIOB
TOSIBJISTIOTCST JINIITh KaK OMPe/IeJIeHHbBIe CTAIII OHTOTEHETHIECKOTO KA,
a 3HAYUT, OTHOCATCS K MPOSIBJICHUIO IMEHHO (DeHOT€HeTUIeCKOH N3MEeHIN-
BOCTH, MOTYT (DUKCUPOBATHCS Y POJICTBEHHBIX (DOPM, T. €. «I€TCPMUHUPY-
I0TCS TeHeTHYeCKn». Takue crydar aBTop paccMaTpuBaeT Ha OJIU3KUX eMy
npuMepax ¢ reTepouabHbBIMU U TOMOMUIBHBIMU PACTCHUSMU, U B UTOTE
naet 06061anIyo (OPMYJIUPOBKY, HA3BAHHYIO M «3aKOHOM POJICTBEH-
HOU M3MEHYUBOCTH>. B aTOH (hOpMyIUPOBKE UMEETCS JIUTIH HEGOMBITOE
yTouHenue: « Kaxxaplii ”HIUBUAYYM JIaHHOH eCTeCTBEHHOH crcTeMaTnyiec-
KOil eIMHUIIBI, B CBOEH MOAM(DUKAIIMOHHOM (BO3pacTHOM, 0c00bIX (hOpM U
IP. ...) ¥ HACJIEJICTBEHHON (coMaTHUUeCcKue U TeHepaTuBHbIC MyTallluy) 13-
MEHYMBOCTH MOSKET BBISIBUTH MPU3HAKH, TOKACCTBEHHbIEC WU TOX00HbBIE
CHCTEMATUYECKUM MPU3HAKAM TeX WJIM WHBIX POJICTBEHHBIX €JMHUIL, TOTO
JKe caMOoro Wi faske Boicimero nopsiakas (Kpenke, 1933-1935, c. 380).

O606menns H.I1. Kpetke He ObLIN Tak IUPOKO U3BECTHBI HAYYHOMY
COODBIIECTRY, KaK 3aKOH TOMOJIOTHYECKIX PSIOB, OHAKO BCE JKe HE OCTAJINCH
HesamedeHHbIMU. O0 X 3HaYeHU HeogHOKpaTHO yromuuaau C.B. Meiien
(Meyen, 1973; Metien, 1975, 1988) u B.B. Kopona (1987). Beicoko otenu-
Bas 9THU /[BA 3aKOHA M Pa3BUBAs aJIbllie UCIO TAPAJIIebHON U3MEHYMBOCTH
poacTBeHHBIX TakcoHoB, C.B. MelieH BBeJs MOHATHSA «<MEPOH», O YEM YiKe
TOBOPUJIOCH, a Takke «pedpers (Meiien, 1978; Meyen, 1978). [Tox pedpe-
HOM OH MOHMMAJI He MPOCTOE TIOBTOPEHIE Habopa COCTOSTHUN KOHKPETHBIX
MIPU3HAKOB B TOMOJIOTHYECKUX psAaX BaBuiosa, a UX yHops/i0ueHHOCTD B
COOTBETCTBUH C «<HEKOTOPBIMHU MPABUIAMH TIPEOOPAZOBAHUST», UTO SIBHO TIPO-
cMaTpuBaeTcs B «TpaHcOPMaIMOHHBIX> (heHoreHeTuYecKux psziax Kpenke.
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C.B. Meiien onpeziesisieT «MepoH» KaK yIOPSAOYEHHOE TTOTUMOPdOU-
yeckoe MHOKeCTBO. [Ipw aToM B cooTBeTCTBUY € TIpaBuyioM KpeHnke o poji-
CTBEHHBIX OTKJIOHEHUSIX KapPTHUHA JIOJKHA OBITh JIOTIOJTHEHA YaCTOTHBIM Ha-
TTOJTHEHUEM COCTOSHUI TIPHU3HaKoB. CyTh apajuiein3Ma OH BUET MMEHHO B
coxpaHeHN (MHBAPUAHTHOCTH ) TIPABUJI TIPEOOPA30BAHUI OT TAKCOHA K TaK-
COHY, T.e. B pedpeHax. VIMEHHO B 3TOM 3aKJII0UAETCST IPOTHOCTHYECKOE 3HA-
yeHne 3aKoHa BaBnioBa 1 «eIMHCTBEHHBIN peasbHBIN MTyTh K HOMOTETH3a-
i cucrematukuy» (Meiien, 19886). Tem cambim C.B. MelieH npemoctepera
OT CJINIIKOM YIIPOIIEHHOTO TOJKOBAHNS MapajyieIn3Ma Kak MPsIMOTO CIIeT-
CTBUS (PUIOTEHETHIECKOTO POAICTBA. B HacTosIIee BpeMs CTAHOBUTCS BCe
60oJ1ee OUEBUTHBIM, UTO «TJIYOOKUN CMBICT U3yUeHUsT (DeHOTEHETUIECKOTT 13-
MEHYHBOCTH COCTOUT B PaciindpoBKe MEXaHU3MOB (hOPMOOOPa3OBAHUS»
(Kopona, Bacuibes, 2007). B ranbHeiiiieM Mbl BHOBb BEPHEMCsI K 00CYsK/Ie-
HUIO MepoHa 1 (heHOTEHETUIECKOH M3MEHUNBOCTH.

C.B. MeiieHn yka3bIBaeT Takke Ha PSJI CJAEACTBUH, BBITEKAONTUX U3
npasua Kperke. OHO U3 HUX TJTACUT: «...0TKJIOHEHWE B OJTHOW CUCTEMAaTH-
YeCKOU e/IMHUIIE SIBJISETCS XapaKTepPHBbIM (CPEe/THUM ) TPU3HAKOM JIPYTON
poactBerHoi exmaUIE (Kpernke, 1933—-1935, ¢. 381). Cam Kpenke atum
OOBSICHSIET CIIyUal «3aX0KACHUS» TPU3HAKOB OJHUX BU/IOB B 00JACTh M3-
MEHYUBOCTH JIPYTHUX, T.€. SIBJICHUS TPAHCTPECCUU. DTO O3HAUAET, YTO PA3JIHU-
YU MEXKJLYy TAKCOHAMU TI0 MHOTHM MIPU3HAKAM, €CJIU He 10 GOJIBITHHCTRY,
HOCSIT YUCTO CTaTUCTHYeCKMii XxapakTep. OTcioza, mo MHeHuio Meiiena, no-
SIBJISIETCS BO3MOKHOCTD KOHKPETU3UPOBATH MOHSITHUS IBEPTEHITII, KOHBEP-
TEHIINY U TTapaisien3ma. JuBepreuImio MOsKHO MPEICTAaBUTh KaK PacXoKie-
HUe TIPU3HAKOB (MJIM YaCTOT UX COCTOSTHUIT) B TPU3HAKOBOM TIPOCTPAHCTBE,
COOTBETCTBEHHO KOHBEPreHImio — kKak commkenne (Meiien, 19880).

Oco60 ceyeT 0CTaHOBUTLCS Ha TIOHATHY «TPAH3UTUBHBIN TOJIH-
MOp®U3M», MO/ KOTOPBIM TTOHUMAETCsT MHOKECTBEHHOCTh COCTOSTHUI TO-
MOJIOTMYHBIX TPU3HAKOB (MEPOHOB), TlepeiaBaeMasi B upejie MOKOJIeHU
(Meiien, 19886). D10 onpezpeseHue IPsSIMO BHITEKAET U3 «FOMOJOIHYECKUX
psanoB» BaBunoBa uinu «pedpenon» camoro Metiena. TpaHsuTuBHbIM, BO-
300HOBIISAIONIUIICS B KAXKIOM CJIEAYIONEM MOKOJCHUH TOJIUMOPHOU3M 10C-
TATOYHO TPYIHO OTJIUYUTH OT HEOOPATUMBIX TMBEPTEHTHBIX U3MEHEHUI.
OpHaKo, TOCKOJIbKY TTPU3HAKOB MHOTO, TO COXPAaHEHUE YaCTOT OJTHUX MPH-
3HAKOB OY/IET COMPOBOKAATHCSA HAMTPABICHHBIM U3MEHEHUEM JIPYTUX, UTO
CJIEJIACT TIPOTIECC IMBEPTEHITUY B 1[EJIOM HEOOPATHUMBIM BBU/LY €TO CIIOKHO-
ct. O6 atoM, B yacTHocTH, tcas H.H. Boponmos (1966, 1967).

B kauecTBe mpuMepa TPaAaH3UTUBHOTO MOJTMMOPMU3ZMA MOKHO Pac-
CMATPUBATh PETYJSIPHO MOBTOPSIIONINECS MEJTKIe BAPUAIIMHI TOMOJIOTHY-
HBIX HEMETPUUECKIX PU3HAKOB CKeJleTa, OIicanuble kool I [pone-
6epra (Griineberg, 1963) y JuHEHHBIX MbITIIEH. ITH MeTKHE MOPHOTOTH-
YecKue CTPYKTYPHI ¢ PA3HON 4acTOTON BCTPEYATUCh B PA3HBIX JUHUSX, a
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TaKK€ B IIPUPOJHBIX TTOMYJIATINAX I[OMOBOIL/,I Mbln. Takie rOMOJIOTUYHbBIE
Bapuanuu onucanel P. Beppu u A. Cupiem (Berry, Searle, 1963) y He-
CKOJIBKUX BUJIOB TPBI3YHOB TPEX TMOOTPSAMOB (B TJiaBe 3 MBI BepHEMCS K
PacCMOTPEHMIO 9TOTO MaTepraa). ABTOPBI TIPEATOKIIN Ha3BaTh ATO SIBJIE-
HUE INULEHEMUYECKUM NOJUMOPDUIMOM MCXO/ST U3 TIPEACTABIECHUH YOI
muHTTOHA. [TOoMO6HBIN TOMUMOPGU3M IPOCTEKUBAECTCS TPAH3UTUBHO Y
Pa3HbIX TAKCOHOB I'PbI3YHOB, I MbI ITOJIaTA€M, YTO OH TTPAMO WUJIJIIOCTPUPYET
(enomen TpansutuHOro nosuMopdusma C.B. Meiiena.

[Tpu paccmoTpernr MOPGOTOTHN PACTEHUH B HOMOTETHIECKOM acTIeKTe
C.B. Meiier (Meyen, 1973 nur. nio: C.B. Metien: nasieo6oTtauk ..., 2007) oGpa-
1/l BHUMaHVeE Ha SIUTeHeTHIecKre MexaHu3mbl Mopdorenesa. OH THcat, 4To:
«...Pa3/uus ... BUIOB COCTOSAT HE B OTCYTCTBUHU WJIH TIPUCY TCTBUY KAKUX-JTHO0
MOJAJIBHOCTEM, & B YaCTOTE WX MTPOSIBIEHNSL. VIHBIMI CTOBAMHY, PA3JIIUST ey -
€T OJKUIATh He CTOJIBKO B TEHOME, CKOJTBKO B SITUTEHETMUECKIX MEXaHU3MaX, T.€.
B TeX IMyTsIX, KOTOPBIE BEAYT OT TeHOMaA K (herotuiry» (c. 195).

[TockosbKy OCHOBHOM MaTepuas Halleil KHUTH CBSI3aH C 9TTUTeHeTH-
YECKUM TTOJUMOPGU3MOM MEJTKUX BapUaIliii CTPOEHUS Yepera rPhI3yHOB
(patee MbI yIKe TIOSICHSLIN, YTO HEOJUHAKOBOE TIPOsiBIIeHne (heHOB-aHTHME-
POB Ha JIEBOU 1 MPaBOI CTOPOHAX TeJia 00YCIOBIEHO UMEHHO SITUTEHETH-
YECKUMU MTPUYMHAMMK ), 9TO SIBJIEHUE CHEIUATBHO OYIeT PAaCCMOTPEHO B
CJIeyIOIIel TaBe. 37eCh TOIBKO MOIIEPKHEM, YTO BCE ITU TTOBTOPSIONIN-
ecst BHYTPUUHUBUIYAJbHbBIE U UHIUBUIYAJbHbIE MEJKUE BapUAIUU B
CTPOEHUHU CKeJleTa TPBI3YHOB MOJTHOCTBIO MOIXOSIT MO/ TIOHsITHE (heHore-
Hetndeckoil usmernunsoct H.IT. Kpenke npuMeHUTEIbHO K APYTHM OUO-
JlornyeckuM obbekTaM. Tak Kak CXOAHble Bapralui ObLI OOHAPYKEHbI 1
B IPUPOAHBIX TOMYJISIUAX MbIIIEH, 1 y GONBLUIOro Yncja IPYyruX BULOB
IPBI3YHOB U TIPEACTABUTENEN IPYTHX OTPSIOB MJIEKOTIUTAIOIINX, MbI CUUTa-
€M BO3MOKHBIM TOBOPUTH O TOMOJIOTHYECKOI M3MEHYHUBOCTH 3TUX CTPYK-
TYP, UTO HECKOJIBKO PaCHIMPSIET TOJKOBaHME 3aKOHA TOMOJIOTUYECKUX Psi-
0B B HacJjaeacTsennol nsmenuynsoctu H.M. Basuiosa.

2.3. TOMOJIOTUYECKAA NSMEHUYNBOCTD

Tomostornyeckast UI3MEHUYUBOCTD SIBJISIETCS] KJIOYEBBIM MOHSTHEM Ha-
IIIETO MCCJIe/IOBAHNUS, IOATOMY B JIAHHOM Pasjiesie KPATKO KOCHEMCS ee CyIIl-
HOCTH, & B TTOCEAYIONIX TIaBaX MOAPOOHO PACCMOTPIM MHOTHE U3 TEX BajK-
HBIX ACTIEKTOB, KOTOPbIE OYIYT 37eCh 3aTPOHYTHL. [Ipesk/ie YeM Iath OTpesie-
JIEHHE TOMOJIOTHYECKON N3MEHUYNBOCTH, TOCTAPAEMCS CHaYasIa KPaTKo orpe-
ACJTUTDH CYIITHOCTD U TIPUPOY «U3MEHUYNBOCTU» KaK TaKOBOIL/,I, a TaKyKe ITOHA-
THi «Mopdosormueckast CTpyKTypa (MophOCTPYKTYpa)» U «IIPU3HAKS.

N3MeHYMBOCTD — HEOJMHAKOBOCTH OIPEIEICHHOTO CBOICTBA Opra-
HU3MOB/OPraH3Ma, KOTOpast HaOII0[aeTCsT Ha OJTHOM M TOM JKe HTaTe OH-
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TOTEHe3a, CTeTleHb MTPOSIBJICHNUS IaHHOTO cBoiicTBa. Eci B olHOM MaccuBe
JMaHHBIX (BBIOOPKE) OJHOBPEMEHHO CPAaBHUBATH TIPOSIBJICHIE ONPE/IE/ICH-
HOW CTPYKTYPBI HA TIPEHATAJbHON W MOCTHATAJIBHON CTAZNSIX PAa3BUTHUSI
(COTOCTABIATH JPYT € APYTOM OOBEKTHI ¢ HE3ABEPIIIEHHBIM U 3aBEPIIEHHBIM
MOPGhOTeHe30M), TO 3TO He GYIIET SBISITHCS M3yUYeHneM U3MEHIMBOCTHI JaH-
HOU CcTPYKTYpbL. B aToM cirydae peub OyaeT WATH JUIIH 0 MOP(hOTeHeTHIeC-
KX COOBITUSIX: «<HOBOOOPA30BAHUSAX>, U3MEHEHUSIX U BO3PACTHBIX TPAHC-
dopmarusax. I3MEeHUYNBOCTD KaK TAKOBYIO MOKHO OOHADYKUTH JUIID Y
CXOZHBIX TI0 BO3PACTY UJIH (ha3e PA3BUTHS OPTAHU3MOB, TTOCKOJIBKY 00Dhe-
JIMHEHHBIE AJTOXPOHHBIE CePH 0COOEH XapaKTepU3yIOT He U3MEHUHUBOCTb,
a cMech BO3PACTHBIX UBMEHEHUI ¢ TPOSABICHUAMI (heHOMEHA U3MEHUNBO-
CTHU Ha Pa3HbIX aTanax oHToreHe3a. [loaToMy «Bo3pacTHast U3BMEHIUBOCTD>
XapaKkTepu3yeT PAa3Indusl B BeJTMUNHE U CTPYKTYPe UBMEHYUBOCTH Ha Pas-
HBIX 9TalaX Pa3BUTHS, a He PA3INIMs MEX/Y TUMU aTanamu. beaycioBHo,
nporpamMmma MopdoreHe3a 3To HeJIMHEWHBIH TpoTiecc, HeJTuHeHas TPo-
TpaMMa, Ia ¥ TPOrpaMMOi B CTPOTOM CMBICJIE CJIOBA OHA HE SIBJISETCS, CKO-
pee, ee MOXKHO TIPEJICTABUTD B BU/I€ CUTYAIIMOHHO 3alTPOTPAMMUPOBAHHOTO
BETBSIIETOCS OTOKA. VI3MEHYNBOCTD MPEACTABIAET OO0 Kak OBl cpe3
3TOTO TIOTOKA, B KOTOPOM PA3IHUNS MEXAY COMOCTAaBUMBIMU IO BO3PACTY
nu (hase pasBUTHST OCOOSIMHU OTIEHUBAIOTCS TT0 OJTHOMY TIPU3HAKY.

N3MeHYnBOCTD BCeT/la XapaKTepu3yeT OJNH Ipu3Hak (CBOMCTBO,
CTPYKTYPY, IepeMeHHY10). MHOTOMEePHDII aHa/In3 HECKOJIbKUX TPU3HAKOB-
MepEeMEHHBIX Hen36eKHO TPUBOAUT K MHOTOMEPHON KiIaccuuranum
00BEKTOB, T.€. MO3BOJISIET HA OCHOBE COYETAHHON M3MEHUYNBOCTH HECKOJIb-
KHUX [IePEMEHHBIX ITPOBECTU UX OPAMHAIINIO W arpernpoBaHue Mo Kjaaccam
cxozictBa. TeM caMbIM MHOTOMEPHBIH ITO/IXO/ TO3BOJISIET OT U3MEHUYUBOCTH
U HEOJMHAKOBOCTH 00BEKTOB MEPEHTH K OTIEHKE UX Pa3HO0Opasus, T.c.
BBISBJICHUIO CXOJICTBA BHYTPH BBIJICJAUBIINXCS arperaiii Uim KJIaccoB
00BEKTOB U OI[EHKE PA3JINIMiT MEKIY 9TUMU KiaccaMu. VI3MeHYnBOCTH
CBsI3aHA C OJITHOMEPHON XapaKTepUCTUKOM 00bEKTOB, a pasHoobpasue — ¢
MHoroMmepHoii. [lockosibky 1 B nipeziesiax olHOHN IepeMeHHOi BO3MOXKHO
BBIJIEJICHIE HECKOJMBKIX KIACCOB CXOAHBIX 00BEKTOB (MOJIMMOIATBHOE Pac-
Tpe/ieJieHne), TO MOHATHST U3MEHYNBOCTD U Pa3HOOOpa3ue 4acTo OTOXK/Ie-
CTBJIFIOTCS, YTO B IIPUHIINATIE HEBEPHO.

Xopo1iio u3BectHa KiaaccuduKaIms I3MEHUNBOCTH 110 THIIaM, (op-
MaM U IPOsIBJIeHUAM, npeanoxertnas A.B. d6mokosbim (1966). ITo 10.A.
Oununuenko (1977, 1978), U3BMEeHYNBOCTD CJe/lyeT pacCMaTPUBaTh Kak
Ipoliecc M Kak peayJpratr. Bee 9T aclekTbl IBMEHYMBOCTH MHOTOKPATHO
06CYKIAMUCH, U WX TOAPOOHOE PACCMOTPEHIE HE BXOAUT B HAIly 3aj1auy.

Kaxk m3BecTHO, UBMEHYMBOCTH MOKET GBITH MEKIPYIIOBast (B Kayue-
CTBE CIUHUIIBI HAOIOCHIS UCTIOTB3YIOTCS TPYIITIBI — MOMYJISIUU I
BHYTPUBUIOBbIE TAKCOHBI ), UHIUBUyaJIbHAd (CPAaBHUBAIOTCS Pa3Hble 0CO-
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61) U BHYTPUUHANBUYaIbHAs (CPABHUBAIOTCS MOJLYJIbHBIE METAMEDHbIE 1
QHTHUMEPHBIE CTPYKTYPBI Y 0c06M). MeKTPyIoBas UsMEHUNBOCTb, UJTH
MTPOSIBJICHUE MEKTPYIITOBBIX PA3JINIUil, OTHOCUTCS K KATETOPUN U3MEHUU-
BOCTHU € HEKOTOPOI HATSKKOI, TPUYeM TOTBKO B IIpefiesiaX MOTeHIINATBHO
CKPEMIBAMIIENCS COBOKYITHOCTH 0c00eit — BHYTpHU Buja. Ecin HaM yja-
JIOCh TOMOJIOTH3UPOBATH OTIPe/IeJICHHYTO0 CTPYKTYPY, KOTOPast XapaKTepH3y-
€TCs OJTHUM NIPU3HAKOM Y Pa3HBIX TAKCOHOB, TO JJAHHOE MEKTPYIIIOBOE
cpaBHeHHE (DOPMATBLHO TaKKe COOTHOCHUTCS C U3yUeHIEeM MeKTPYHIOBOI
M3MEHYUBOCTH. Eci MBI cpaBHUBaeM M3MEHUYUBOCTD B OIHOI TPYIITIE 0CO-
Geit, ckaxkeM, Ha IBYX ATATaX OHTOTeHe3a, TO (haKTHIECKU TPOBOANUTCS U3Y-
yeHMe «MEKIPYIIIOBON» U3MEHYUBOCTH, XOTS ¥ BHYTPU TOU ke caMOit
rpynibl. MIMeem i1 MBI IPaBo, CPaBHUBAS U3MEHUMBOCTH TOMOJOTUYHBIX
MIPU3HAKOB Y PAa3HbIX BUOB U HAJABUIOBBIX TAKCOHOB, TOBOPUTDH O MEXK-
IPYTITIOBOI M3MEHUYNUBOCTH, 3HAS, YTO UBMEHUYMBOCTD — 3TO BHYTPUBUOBAS
KaTeropus? ITO He TPOCTOH BOMPOC, PAaBHO KaK W IPYTON: MOXKHO JIU TIPU
3TOM TaKCOHOMHUYECKHE MEKTPYNIIOBBIC PA3JINMUNsI PUPABHATH K MEK-
TPYNTOBON U3MEHUMBOCTHI?

[Tockousbky crcteMa pa3BuTust (Mopgorenesa) KpaiiHe KOHCEPBATHUB-
Ha, U €€ YCTOWINBOCTD BBIIIIE, YeM Y TOTO TEHETHYECKOTO CyOCTpaTa, ¢ KOTO-
PBIM TPAJUIITHOHHO CBSI3BIBAIOT HACJIEACTBEHHOCTD, TO MIPU BUI006Pa3OBa-
HUW MHOTHE aHIleCTPaJbHbIe YePThl MOp(oTeHe3a COXPAHSIIOTCS MOYTH B
HEU3MEHHOM BH/IC U MAPAJJIETBHO MPeobpasyioTcs y Beepa HOBBIX TaKCo-
Hos. Eme M., Imanbraysen (1940) moguepkuBaj 1o 06CTOSITENBCTBO,
yKa3bIBast HA TO, YTO «MEXaHU3M UHUBUYATLHOTO Pa3BUTHsI 0OeCeunBa-
€T y BBICHIMX KUBOTHBIX Yepe3 CI0KHYIO CUCTEMY KOPPEJISAIN N3BECTHYIO
CTOWKOCTH OpraHu3allni, a alapar HacJaeICTBEHHOCTH (C ero MyTalusaMu),
T.€. CTPYKTYypa TeHOMa, TapaHTUPYeT I0CTATOYHYIO ee TIIIACTUYHOCTD B MPO-
necce aBosoun» (c. 365). IIpu aTOM OH OTYETIIMBO MOHUMAJ TTAPaJOK-
CaJIbHOCTD IAHHON CUTYAIMH JIJIs TEHOIIEHTPUYECKUX Ipe/ICTaBICHUH, 10-
MHUHUPOBABIINUX B TO BpeMs, U CHEIUAIBHO YTOUHSI: «IDTUM 5 BOBCE He
X04Yy IIepeBePTHIBATH HA FOJIOBY BCe CYIIECTBYIONIME NpejcTaBiaenus. Ko-
HEYHO, U CUCTeMa KOPPEJIANNI 10 U3BECTHON CTENeH! IJIACTUYHA, U OHA
nepecTpauBaeTcs B mporiecce aBosonun. C ApyToii CTOPOHDL, 5 He OTPUIIAIO
U TOTO, YTO HACJE[CTBEHHBIH anapaT OTHOCUTEJIbHO BeCbMa yCTOHUYNB»
(Tam e, ¢. 365). OQHAKO OH BCe e PEIINJICS BBICTYIUTD IIPOTUB OBITYIO-
HMIUX TIPeICTaBACHUI 1 ajiee MogyepKuBal: «... Henbsd Bcio cToiikoCTh
opranu3anuu 0ObSICHATH CTOMKOCTHIO HACIEICTBEHHON cybcTaHIINK U, B
4aCTHOCTH, FeHOB. Takoe «0ObsCHEHNE» PENIUTEIBHO HUYETO He Jaet. S
yOEKIEH, UTO JANbHEHIINE UCCAEIOBAHNS TIOKAKYT HEM3MEPUMO OOJIBIITYIO
UX JJAOUIBHOCTD, YEM TO MPUHSTO JYMATh HA OCHOBAHWN M3YYEHUS BUIH-
MBIX MYTaI[Ui, KOTOPBIE BCE MPEACTABISAIOT cOGO0I PE3ynbTaThl CABUTOB
peaxiiuii 3a Ipejiesibl X IOPOroBoro 3nayenus. Bee nsmenenus, He BbIXO-
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Jd1Me 32 Ipejelibl peaKTUBHOCTU TKaHell, IPOCTO YCKOJIb3aIoT II0Ka OT
Harrero ananansas (Tam ke, c. 365).

[ToaTomy, KoT/Ia MBI TOMOJIOTH3UPYEM CTPYKTYPBI 1 MOP(OTeHeTHIeC-
KI€ TPOIIECCHI Y PA3HBIX, HO OJIU3KUX 110 IPOUCXOKICHUIO BUIOB, MBI HIMe-
€M [PaBO TOBOPUTH UMEHHO O MEKIPYIIOBOI UBMEHYMBOCTU ¥ 0COOEHHO-
CTSIX ee CTPYKTYPBI Y Pa3HBIX TAKCOHOB. /{11 TOMOJIOTUYHBIX CTPYKTYP
CBOMCTBA MIBMEHUUBOCTH BO MHOTOM JIOJIKHBI COXPAHSITHCS Y OJIM3KIUX TaK-
COHOB, MPOUCXOASIIUX OT OOIIEH MPEKOBOI IPYIIIIBL.

JIpyroii mpoOIeMHBII MOMEHT KacaeTcsl U3yUeHMs 3aKOHOMEPHOCTEH
BHYTPUMH/MBUIYIHHON U3MEHYMBOCTI CTPYKTYP, KOTOPBIE MOKHO TTPO-
AHAJIM3WPOBATH JTUNTH TPU BHYTPUMHAMBU/IYATbHOM CPAaBHEHUHU PA3HBIX
ocobeil, T.e. Ha OCHOBE TIPOBENEHNUS TPYIITIOBOTO CPaBHEH M. B mpemenax
OJTHOI 0COOM aHTUMEPDI CTPYKTYPHBIX TPU3HAKOB SIBJISIIOTCSI TOMOTHUITHbI-
mu asiemenTamu (1o B.H. Bexsemuinesy), T.e. X cepuajbHast TOMOJIOTHS
BBIpasKeHa Beerzia 0oJIbIiie, 4eM y TOMOHOMHBIX CTPYKTyp. Hampumep, maib-
1Bl BEPXHEH 1 HIKHEH KOHEYHOCTe! y TPUMATOB TTOCTPOEHBI TI0 OITHAKO-
BOMY NIPUHIIUILY U MOTYT COZIEPsKaTh PABHOE YMCJIO 3JIEMEHTOB, HO SIBJISTIOT-
CsI JINTITh TOMOHUMHBIMH (OTHOMMEHHBIMU ), U €CJIN CPABHUBATD UX MEKITY
co60ii, TO 3TO He OYeT U3yUeHHEeM X M3MEHUHBOCTH, & TIO3BOJIUT BBISIBUTH
JIAIITh OCOOEHHOCTH CEPUATBHO-TOMOJIOTHYHBIX CTPYKTYP. [ToaTOMY, n3ydast
U3MEHIMBOCTH MOP(MOCTPYKTYP, CJAEAYET CPABHUBATH TOJTHKO CPAaBHUMOE,
T.€. CIIeI[MaJIbHbIC TOMOTOIIHBIE APXUTEKTOHNYECKIEe TOMOTUIIUHU (110 TePMU-
nosiornu F0.B MamkaeBa) — MOpPGhOJIOTMYECKH TOK/IECTBEHHBIE CTPYKTYPbI
U VX 9JIEMEHTHI y pa3Hbix ocobeil. Ha mepBbIil B3I OTCIO/Ia BBITEKACT,
4TO TPV CPABHEHUN OUIATEPATBLHBIX CTPYKTYP CJIEAYET UCIOTb30BATH Ma-
TePUAJIBI JIUIIb 110 OJHON U3 CTOPOH Tesa. OHaKo HAC HHTEpecyeT UMEHHO
BHYTPUUHANBUYATbHAS M3MEHUYNBOCTH OMIATEPATbHBIX CTPYKTYP, KOTO-
pas mpe/oJiaraeT, B YaCTHOCTH, CpaBHEHNE ACUMMETPUYHBIX TPOABICHUI
OJIHUX U TeX Ke CTPYKTYP Ha Pa3HbIX cTOpoHax Tesa. [lockosbky B ocHOBe
BCEX MATEPHUAJIOB [IJIs IaHHOM KHUTH JISKUT UMEHHO I'PYIIIIOBON aHaIn3
TIPOSIBJICHUH U3MEHUYNBOCTH OUIIATEPATBHBIX CTPYKTYP — aHTHUMEPOB, Pac-
CMOTPUM 3Ty CUTYyaIHI0 HauboJiee IeTaabHoO.

BunarepanbHo-cuMMeETpUYHBIE aHTUMEPHDIE CTPYKTYPBI (hOPMaJIbHO
SIBJISTIOTCSI TETEPOTOMHBIMU, OY/IydH 3€PKAJIBHBIM OTPAKEHUEM JIPYT JPYTa,
U UMEIOT KMPaJIbHOE CXOACTBO. B ciydyae acMMMETPUYHOTO ITPOSABJICHUS
AHTUMEPHBIX CTPYKTYP UX CJIO0KHO pacCMaTpPUBATh B KaueCTBE TOMOTHII-
HBIX, TIOCKOJIBKY OHHU TIPOSBISAIOTCS, CKOPee, KaK «TeTePOTUITHBIe» YACTH.
PaccMOTpUM KOHKPETHBIH IPUMEP TaKOW CUTYallnK IPY CPAaBHEHUN OTIpe-
JIeJIEHHON TOMOJIOTUYHON CTPYKTYPBI Y HeCKOJAbKUX BUA0B. Hanpumep,
mycTh y 006U OJIHOTO BU/IA CJIeBa Ha Yepere MPOSABUIOCH YIBOCHHOE
MO/IBSI3BIYHOE OTBEPCTHE, & CIIPaBa — OAUHOYHOE. Y 0COOH JIPYTOTO BUJIA C
06€euX CTOPOH BBIPAKEHO JIUIITh OUHOYHOE OTBEPCTHE, 2 Y 0COOU TPETHETO
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BUJIa ¢ 0GEUX CTOPOH TIPOSIBUJINCH YABOEHHbBIE OTBEPCTHUSL. YCIOKHUM MPHU-
Mep TeM, YTO TIePBbIi BU/ OyIeT UMETh KaK aCHMMETPUYHbIE, TAK W CUM-
METPUYHBIE TPOSBICHUS TAHHOW CTPYKTYPHI (MHAMBUAYATbHBIN 1 BHYTPU-
WHIUBUYATbHBIH TOTUMOPMU3M), a Y ABYX APYTUX BUIOB OHA OYIIET COOT-
BETCTBYIONMM 00pa3oM (GUKCHPOBAHA U BCET/la CUMMETPUYHA: Y BTOPOTO
Bu/ia OyJIeT BCET/Ia OTHO OTBEPCTHUE, & Y TPETHETO — [IBA OTBEPCTHSI ¢ 0OEMX
ctopoH. Eciiit 6bI MBI IMEJIM MaTEPUAJ TOJHKO 110 BTOPOMY U TPEThEMY
BHUJIaM, TO TOMOJIOTU3AIHS JIaHHO CTPYKTYPBI Oblita Obl 3aTpyaHeHa. Haiu-
que y MepPBOTO BU/A OJTHOBPEMEHHO /IBYX JILTEPHATUBHBIX COCTOSTHUN TIPU-
3HakKa ((eHoB) Ha pa3HbIX CTOPOHAX TeJIa MTO3BOJISIET CUUTATH ATU (DEHBI HE
TOJPKO TOMOTUITUYHBIMH, HO U TOMOJIOTMYHBIMU, a TaKKe CBSA3aTh B €U~
HYIO TPYIITY 10 JaHHOMY TIPU3HaKy Bce Tpu Bua. [lociennee cTaHOBUTCS
BO3MOKHBIM OCYTIECTBUTH Jlaske TP MOHOMOp(hU3Me (0TCYyTCTBUM M3MEH-
YUBOCTHU) CTPYKTYP Y BTOPOTO U TPETHETO BUJIOB.

Takum 00pasoM, MbI MOKEM C(HOPMYJIUPOBATH HOBBIH KPUTEPHIT 1JIst
YCTaHOBJIEHUS TOMOJIOTIH, BBITEKAIONNI 13 CBOMCTB CEPUATbHON TOMOTH-
MUY aHTUMEPOB. KpuTepuil TOMOJIOTUN ACUMMEMPUUHBIX AHMUMEPOS 3AK-
JIOYAETCST B TOM, UTO ACUMMEMPUSL AHMUMEPHBIX CIPYKMYP 00HO20 MAKCO-
Ha noomeepacoaem cneyuarviyio 20MOI02UI0 UKCUPOBAHNBIX ALLMEPHA-
MUBHBIX COCMOSTHULL, BCMPEUEHHBIX Y OPYeux OAU3KUX maxconos. [loaTomy
knaccudukanuo ¢GopMm roMmosoruu, npeanoxkernyio 10.B. MamkaeBbim
(2001), MOKHO JIOTIOJTHUTH HOBOU (DOPMOU — cneyuaivbrHol anmumepHoul
apxXumexmoHu4ecKot 20MOMunuel.

Mpbl rosraraeM, 4TO U3MEHUYUBOCTD — SBJIEHUE PA3HON MOTEHIINAIBHO
JOIYCTUMOM MOPGOreHeTHYeCKOH peasnsalui CTpyKTYpbl, (hOpPMbL 1 pa3Me-
pa, a Takxke J06Oro HHOTO CBOICTBA MHTEpecyolell Hac yacTh GpeHoma y
JIAHHOM eCTECTBEHHOM TPYIIBI — 06YCIOBICHA PA3BUTUIHBIMIE TIPOTIECCAME
U BCer/ia B TOM WJIM MHOH cTelleHn oTpaxkaeT (heHOTeHeTHYECKYI0 U3MEHYH-
BocTh (Bacusbes, 2009). B ocHoBe heHoMeHa MI3BMEHYUBOCTH JIEKUT (DYHK-
IIMOHUPOBAHUE €INHON SIMUTEHETUYECKON CUCTEMBI, TTapaMeTpU3yIoliell Beep
JOIYCTUMBIX MOP(OreHeTHYeCKUX TPACKTOPUH — IyTel pasBUTHS, TJIAaBHBIM
U3 KOTOPBIX SIBJISIETCST aTTPAKTUBHBIN U HanboJIee 3aperyInPOBAHHBII Ty Th
— kpeos (TepMUH TIpe/IoKeH, Kak n3sectno, K.X. Yonuurronom). [[pyrue
BO3MOJKHBIE JITEPHATHBHBIC ITYTH, UMEIONIMEe MEHBIITYIO BEPOSTHOCTD 11PO-
sIBJIEHUsI, Mbl 0003HaUaeM Kak «CcyOkpeonbl» (Bacuibes, 2005). Kaxuprii
KPeoJl M CyOKPEO]T 3aperyInpoBaHbl IMUTEHETHYECKIMHU TIOPOTAMU TAKIM
06pa3oM, 4To y Kask/[0TO OPTaHM3Ma UMEETCsS MOTEHITHATbHAS BOSMOKHOCTD
PEATM30BaTh BECH JIOMYCTUMbIN (BUTAJBHBIN U CyOBUTATIBHBII) Beep TyTeit
PasBUTHA B COOTBETCTBUHU C 33/IaHHBIMU ITOPOTOBBIMM OTPaHUYEHUSAMU (Be-
POSITHOCTSIMU ) B KOHKPETHOM TpyTITie (TIOMyJIsInN ).

[Tockonbky MOpdoTeHe3 HeJMHEHHO «3alpOrPpaMMUPOBaH» U TIPE/I-
craBJster co6oii anurenes (110 K.@. Bosbdy), T.€. pasBUTHE OCYIIECTBIIIET-
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cs1 ¢ HOBOOOPA3o0BaHMEM, TO TIpOorpamMMa MOp(doreHesa, BOSHUKAOIIAS KaK
PETYISATUBHOE CBONCTBO (DYHKIIMOHUPYIOIIEH SMUTEHETUYECKOM CUCTEMBI,
JOJIKHA OBITh PEKYPCUBHOM, BIOKEHHON 1 cuTyannoHHo# (Bacuibes,
2005). IIpu mocTrkeHUU TOW UM MHOM KOHCTEJISIINN U TIOCTEI0BATENb-
HOCTHU cOOBITHIT MOP(OTEHE3a IMUTECHETHYECKAsT CUCTEMA MOKET «BKJIIO-
YUTh» Ty WU WHYIO TOANPOrPAMMY U BEPOSITHOCTHO «BBIOPATh» CJIELYTO-
AT TIaT Pa3BUTHS, IPEOJI0JIeBAs T€ WU WHBIE CUTYAIIMOHHO (DOPMUPYIO-
uecs: anureHeTnueckre moporu. OmpeieleHHbII B X0/Ie 9TOTO «BbIOOpas
HOBBIH Iy Th CO3/Ia€T HOBYIO CUTYAITNIO, KOTOPAast BEPOSITHOCTHO 3aITyCKAET
OJIHY U3 CJEAYIONINX BJIOKEHHBIX PEKYPCUBHBIX TOAIPOTPAMM, KOTOPbHIE
panee OBLIM UCTOPUIECKH BHIPAOOTAHBI, BCTPOCHBI U 3aPETYJIUPOBAHBI B
anureHome. OCTAHOBKY Ha TOM WJIM MHOM 3Tare Mopdorenesa u GopmMupy-
10T HEOIMHAKOBOCTH MOP(OJIOTHUECKUX CTPYKTYP, PA3HYIO CTENIECHb UX BHI-
PaskeHHOCTH, T.€. uamenuugocmy. Kax yxe ymomunamocs soie, H.IT. Kpen-
Ke MPOCJIEKUBAs TaKUe PSJIbl UBMEHUUBOCTUA TOMOJIOTUYHBIX CTPYKTYP
BHYTPH 0cOOU Ha TIPUMeEpPE JUCTHEB PACTEHUH, OTPEAETUII TOT (DEHOMEH
KaK (DeHOTEHETUYECKYI0 M3MEHUMBOCTD, KOTOpast XapaKTepu3yeT MposiBJie-
HUST HEOIMHAKOBOCTH PA3BUTHUSI TOMOJIOTUYHBIX CTPYKTYP — OY/ib TO MeTa-
MepPBI WJIN aHTUMEPBHI.

Mopdonoruueckas cTpykTypa (Moppocmpyxmypa) — 3TO onpeje-
JIEHHAS YaCTh OPTaHU3Ma, KOTOPAst 3aKJIa/[bIBACTCS B PA3BUTUU KaK MO0~
6ue HEKOETO YaCTHOTO TIEJIOTO, BXOJSIIETr0, OJHAKO, B COCTAB OBIIEro TeI0-
ro (opranu3Ma MJy ero 4acTu). BHyTpeHH:d 11eJI0CTHOCTb U CKOPPEJIUpPO-
BAaHHOCTDb 3JIEMEHTOB YaCTH BCET/Ia BBIIIE MO0 CPABHEHUIO C OKPYIKAIOIIUMHU
pJeMeHTaMU APYrux yacteil uian obmuMm neiabiM (McShea, Venit, 2001;
Zwick, 2001). [Ins HexkoTopoil yHUDUKAIIMK TOHITHI JTI0OYIO €CTECTBEH-
HYIO CTPYKTYPY, KoTopast (hopMupyercst B Mopdorerese, 6yieM OnmpeessiTh
Kak Mopgocmpyxkmypy, NoJipa3yMeBas IIpU 3TOM, 4YTO OHA UMEET COOTBET-
CTBYIOIIME pa3Mepbl U GopMy, a He TOJBKO COOTBETCTBYIONIUE THUIIBI, YUCIIO
1 OTHOIIEHUS (CBS3N) BXOASAIIMX JIEMEHTOB.

B cBot0 0OYepesib TOMOJIOTHST CTPYKTYP TPE/TIoaaraeT ux obiee ueTo-
puyecKkoe IPOUCXOXKICHNE, TONOJOTUYECKYIO KOPPEIAINIO C IPYTUMUI
CTPYKTYPaMH, B TOM YHUCJIE Y OUIATEPATLHBIX CTPYKTYP 3€PKATBHYIO CHM-
METPUIO OJJHOUMEHHBIX CEPUAIbHBIX 9JIEMEHTOB, a TaKXKe CXOIHYI0 MOp(ho-
reHeTHYeCKYIo T0CJe/J0BATEbHOCTD UX 3aKJIJKN U pa3BuTus. Iloatomy
H.II. Kpenke, BbIABUBIINI BHYTPUUHIMBUILYATIbHbBIE PS/IbI 3aBEIOMO TOMO-
JIOTUYHBIX ¥ TIOBTOPSIONINXCSA METAMEPHBIX U aHTUMEPHBIX CTPYKTYP pac-
TEHUI, BO MHOTOM OIIMpaJicd Ha U3BECTHBIN (heHOMEeH BaBUJIOBCKUX TOMO-
JIOTUYECKUX PSIZIOB B HACJIEACTBEHHOI n3MeHunBocTu. DeHoreneTmyeckast
M3MEHYUBOCTD 110 KpeHke, ofiHaKo, XapakTepusyer ocoOble Psiibl BHYTPU-
MHAVBUYJIbHON U3MEHYMBOCTH U CBA3aHa ¢ MOP(HOreHeTHYeCKUMU IPO-
IeccaMu. 3aMeTuM, 4To romosiorndeckue psabsl H.M. Basusmosa npescras-
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JSTIOT 0001 MHOJKECTBA PA3HBIX MOP(HOTOTHIECKUX COCTOSTHIN OTpeieieH-
HBIX YacTedl 0coOU, HO U3MEHUYUBOCTH METAMEPHBIX U OUIATEPATHHBIX
CTPYKTYP (BHYTPUUHAMBHUIYATbHAS U3BMEHUNBOCTD) B TAKUX CJIyUYasixX
00OBIYHO HE PACCMATPUBAETCSL.

A.T. Bacunnes (2009) onpeesn (heHOTEHETUIECKYTO M3MEHIMBOCTD
KaK pean3ario 06y CIOBIEHHBIX PA3BUTHEM 3aKOHOB BO3ZMOKHOTO ([IOTTy-
CTUMOTO) TIPe0OPAZ0BAHUST OTAETLHBIX MOPMOCTPYKTYP 1 0OCYRIAT €€ ¢
MO3UNWi amureHeTndeckoi Teopun M.A. Illunrkuna u npejcraBaeHuit
C.B. Meiiena o mepone. DeHoreneTnyeckast U3MEHIMBOCTH COJAEPKUT JBE
KOMTIOHEHTBI: JIeTEPMUHUCTHYECKYIO (OPTAaHU3YIONIYIO) U CTOXaCTUYECKYIO
(cayuaiinyio). Opranusyonas CoCTaBISgIoNas — MUTeHeTHIeCKast U3MEH-
yuBocTh (Bacuibes, 1988) — kanasmzoBanHast KOMITOHEHTa MOpdorenesa,
00y CJIOBJIEHHAS] CTPYKTYPOIl KPEojia U pacCTaHOBKON STUTEHETHYECKUX
noporoB. CryJaiiHast — peain3alinoHHast U3MeHUYNBOCTH (AcTaypos, 1974;
CrpynaukoB, Bermmacknii, 1991) — croxactudeckas KoMmoneHTa Mopgo-
reHe3a, MO3BOJISIONIast CIIOHTAHHO MEePEKJII0YaTh TPOTPAMMBI Pa3BUTUS
(Bacuubes, 2009). TToCKOJIBKY YCTOBHUST Pa3BUTHSI OCOOU U €€ TEHOM JIJIsST
JIEBOH M TIPaBOIl CTOPOH OPraHW3Ma WJIM €0 METaMEPOB B HOPME TTPaKTH-
yecku oHM U Te ke (Actaypos, 1974), To heHOTEeHETHYECKAST U3MEHUN-
BOCTb — 3TO BHYTPUMHIMBU/IYaIbHAsI M3MEHUNBOCTD, KOTOPast 00yCI0BIIE-
Ha OTKJIOHEHWSIMHA B WHAWBUAYAJIHLHOM PAa3BUTHH, T.€. STTUTEHETHIECKUMU
npuunHamu (Bacuabes, 2005). Mbl OyaeM HEOIHOKPATHO BO3BPAIIAThCS K
00CYKIEHUIO ATUX BasKHBIX BOIIPOCOB B MOCTEAYIONIMX IIaBaX KHUTH.

ToMostornyeckast MIBMEHYMBOCTD Kak TOHsATHE ObLTa BBeeHa B 1920 .
H.M. BaBuiosbim (1965), KOTOpBIi MHOTIa HAa3bIBAJ CBOIM 3aKOH TOMOJIO-
TUYEeCKUX PSIZIOB B HACJIEACTBEHHON N3MEHYMBOCTH COKPAIEHHO «3aKOHOM
TOMOJIOTUYECKON U3MEHYMBOCTH»>. TePMUH «TOMOJIOTHYECKAST U3MEHYN -
BOCTb» 6€3 COUETAHUS CO CJIOBOM «3aKOH» BIEPBBIE GBI UCIOTB30BaH, 1M0-
sugaumomy, H.H. Bopontmossim (1966), KoTOPBII UCXOAUT IPU 3TOM U3
KJIACCHYECKOIT IJIsT CBOETO BPEMEHH TeHOIEHTPUIECKOI JTOKTPIHBI B PAM-
kax CT3. [Tosnnee Tepmun ncronbzoaau A.1O. Pozanos (1973) u P. An-
repmant (1973), koTopsle Tak:ke omupanuchk Ha 3akoH H.U. Basusiosa. B
yacTHOCTH, P. AHTepMaHH OIMChIBATIA C TOMOIIBIO 9TOTO 3aKOHA SIBIEHUE
MOBTOPSIONIErOCS Pa3zHoo6pasust CTPOEHUsT MOPHOTHUIIOB KEBATEIBHON
MOBEPXHOCTH MEYHBIX 3yOOB y GIM3KUX BUIOB T0JEBOK. [[aHHBIN hernoMen
C.B. Meiien mMor 05l ollpee/IuTh Kak Haaudue pedpenos, a H.. Basusios
paccMarpuBai Obl B KAUECTBE TOMOJIOTHYECKUX PSJIOB M3MEHUMBOCTH.

[Tockosbky MOpOTHIINYECKAs U3MEHUYNBOCTD 3y00B 101eBoK (Bosb-
makoB u ap., 1980; Bacuawvena, 2006) u apyrux rpynm >KUBOTHBIX
(Suchentrunk, 1993) Ha npaxTuke mpencrasisger co60il OMHOBPEMEHHO U
BHYTPUUHINBUIYATbHYIO U3BMEHUYNBOCTb AHTUMEPOB, T.€. CJIEBA U CIIPaBa y
OJIHOW ¥ TOH ke 0COOU MOTYT MPOSIBIISITHCS Pa3Hble B CTPYKTYPHOM OTHO-
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MeHUU MOPMOTHIIBI, TO ATOT (PEHOMEH [OCTATOYHO CTPOTO MOIXOIUT O]
onucanue (heHoreHeTHIeCKON n3MeHInBOCTH, o6Hapyskernoit H.IT. Kpen-
Ke. Vlexons u3 mpeio;KeHHOr0 HaMU KPUTEPUS TOMOJIOTHU aCUMMETPUY-
HbBIX aHTUMEPOB, MOJKHO TI0JIaraTh, YTO TPYHIIOBAaA BHYTPUUHANBUYa/IbHAA
(beHOTEHETHUECKAST UBMEHUUBOCTH, 00YCJIOBIEHHASI TJIABHBIM 00Pa30M SITH-
TeHETUYECKUMHU (DAaKTOPAMU B Pa3BUTUM, B TO K€ BPEMsI MOKET PacCMaTpu-
BaThCS M KAK MPOSBJIECHUE TOMOJOTUIECKON M3MEHYMBOCTH.

Heo6x0anMo TIOAYEPKHYTH €Ile OJNH BaKHBIN aCIIEKT BHY TPUH/IH-
BU/IyaJIbHON M3MEHUYNBOCTU AHTUMEPHBIX CTPYKTYP, KOTOPBIN CBSI3aH C
BO3MOKHOCTBIO Ha €e OCHOBE TIOJIYYUTh KPUTEPUIA ecmecmeenHocmu Bbijie-
JITEMOTO TOMOJIOTUYHOTO CTPYKTYPHOTO COCTOSHUS (MOJATTHHOCTH MTPU3HA-
ka). K coxanenuio, oueHb 4acto MOphOJIOTUIecKre CTPYKTYPHI U UX OTH-
caHust, HeOOXOAUMBIE JIJIST KTaCCU(MDUKAIINI TAKCOHOB, B 3HAUMTEILHOI CTe-
TIEHW TPOMU3BOJIbHBI 1 UCKYCCTBEHHDI, YTO MOKET IPUBOJIUTH K CHUKEHUTO
HAJIE’KHOCTH PE3YJILTaTOB U UX (PUITOTEHETUIECKUX MHTEPIIpeTanuii. B aToit
CBsI3U BO3HUKAET MPoOJIeMa KPUTEPUST €CTECTBEHHOCTU BhIJIEJIEHUS TPH-
3HaKa ¥ ero coctostHuil. Takoit Kputepuii Mbl 0OHAPYKUJIH TPHU paboTe ¢
AVCKPETHBIMU ITOPOTOBBIMU COCTOAHUAMMN 6I/IJIaT€paJIbeIX HEMETPUYECKUX
npusHakoB. OH 3aKTI0YAETCS B TOM, UTO B CJIyYasiX HAPYIIEHUS CTPOTON
TOMOTUTINU aHTUMEPOB, T.€. IPOABJICHNUUN BHYTPUUHANBU/YAJTbHDBIX DA3JI1-
Ui MEX/TYy aHTUMEPHBIMU OTHOMMEHHBIMU CTPYKTYpPaMU, Pa3HbI€ peaJin-
30BaHHBIC UX CTPYKTYPHbIE COCTOSIHUSA (MOJAJIBHOCTH IPU3HAKA) MOKHO
CYUTATD €CTECTBEHHBIMU COCTOSHUAMU, KOTOPBIE JIOIIYCTUMBI B IIpoliecce
Mopdorenesa. Kpurepuem ecTecTBEHHOCTH BbIIeJIEHUS MOJAJbHOCTH
(tbena) 6umarepaTbHOTO PU3HAKA SABJSAETCS MPOSBICHUE TETEPOTHITHN
AHTHMEPHO CTPYKTYPBL

BuyrpunnansuayaabHas ToMOJOrHYecKasd U3MEHYUBOCTD MOJKET
TIPOSIBUTHCS KAK Y Pa3HbIX METAMEPOB 0COOH, €CJIM TAKOBBIE UMEIOTCSI, TaK
U Ha JIeBOIl U MPaBoil cTOpoHax TeJa (MJIM METaMepoB), T.€. Y TOMOTHIINY-
HBIX aHTUMepoB. [loaToMy 1Ipu paccMOTpEHNN TeX WJIM MHBIX aHTUMEPHBIX
3JIEMEHTOB Y OPTaHU3MOB C METaMEepPHOM CTPYKTYPOI MOKHO 3apUKCUPO-
BaTbh PA3JINYMS ITUX HJIEMEHTOB KaK Ha Pa3HbIX CTOPOHAX MeTamepa, Tak U
Y PasHBIX METAMEPOB, YTO MO3BOJISET TOBOPUTH 00 AHTUMEPHOH, MeTaMep-
HON M aHTHMEPHO-MeTaMepPHON KOMIOHEHTaX BHYTPUUHAUBULYAJbHOM
u3MenynBocTu. [Ipn aToMm eriie pas nmogyepkHeM, 4TO BHYTPUMHIUBULY AJIb-
Hast ©BMEHYMBOCTH MOXKET OBITH IIPOAHATM3UPOBAHA TOJBKO HA OCHOBE
TPYTIOBOTO U3YYEHUs AaHTUMEPOB U/MJTH BEIGOPKU TOMOTHITHBIX METaMe-
poB. B moboM ciryyae BHYTPUMHANBUYAIbHAS M3MEHIUBOCTD TPUBOJINAT K
TOSIBJICHUTO CEPUATIbHBIX TOMOTHITHBIX OUITATEPATBHBIX TOMOJIOTOB, TPUYEM
3TO KACAETCS HE TOJIbKO OT/EJAbHBIX CTPYKTYP U UX 3JIEMEHTOB, HO TaKKe
OIHOBPEMEHHO OTpaskaeT TOMOJIOTHIO PSJIOB CTPYKTYyporeHesa JaHHOM ya-
ctu (MOAyJIst, MepoHa) opranusmMa. Takum 06pa3zom, FOMOJIOTHST PACTTPOCT-
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paHseTCs OT CAMUX CTPYKTYP U UX 2JIEMEHTOB Ha Mpolecc nX Mopdorene-
3a. JoMoornuHoOl OKa3bIBaeTCA yKe caMa MOCTIeI0BATEIbHOCTD MAroB
CTPYKTYpOTEeHe3a, TPaHC(HOPMATTMOHHOTO PSjia COCTOSHWI TTPU3HaKa.

I/Isyqaﬂ yHaopAa104€HHOCTD BHyTpI/II/IHI[I/IBI/I[[yaJIbHOfI romMoJiorunyec-
KOU M3MEHUHUBOCTH, MOKHO BBISIBUTH OCOOEHHOCTH CTPYKTYPOTEHE3a 1 CO-
MTOCTABUTH UX y PA3HBIX TAKCOHOB. TaKOM TOX0]] COOTBETCTBYET MEEHOB-
CKOHM TEXHOJIOTUM MPOIECCyaqbHON PEKOHCTPYKIINHU. BriosiHe BO3MOXKHO,
OHAKO, YTO TOMOTHUITHBIC CTPYKTYPHDBIC 3JIEMEHTDHI Yy PA3HBIX TAKCOHOB
MOTYT (pOPMUPOBATHCS B PAa3HOM TOPSI/IKE, & TIyTH WX PA3BUTUS MOTYT
UMETh Pa3Hble BEPOSITHOCTU peain3aliui.

2.4. MOP®OCTPYKTYPA 1 MOP®OJIOTHYECKUIA
IIPU3HAK

Kaxpas camocrositesnbHast MOPGOCTPYKTYPA, T.€. YaCTh OPraHU3Ma, C
TIO3UIIUU MOP(HOTOTHN U OHOJOTUY PA3BUTHS MOXKET OBITH OTIPEIE/ICHa KaK
«CTpyKTYpHBIT Moayib> (Raff, 1996; Kopona, Bacuibes, 2000, 2007; Kim,
Kim, 2001). Takoii mozyns P. Pacdd (Raff, 1996) onpenennn kak cyOobeu-
HUILY 11e710T0. B HacTosIIee BpeMst MHOTOUNCIIEHHBIMU HCCIIE0BAHISIMY, B
YACTHOCTHU C TIPUMEHEHUEM METO0B TeOMEeTPUYeCcKoil MOphOMeTpHUH, mo-
Ka3aHo, YTO MOJYJb BHYTPEHHE UHTETPUPOBAH, T.€. BXOASI[NE B HETO
CTPYKTYPHbIE 3JIEMEHTBI CBSI3aHBI MEK/Y COO0il CUIIbHEE, YeM C IPYTUME
aJIEMEHTaMU, OTHOCSIUMUCS K IpyTuM MoayJsam. [lpu cpaBuuTesbHOM
aHAJIM3€ MPOIECCOB PA3BUTHS MOJLYJIb BBICTYTIAET KaK 2JIeMEHT MOpgoreHe-
3a OpraHu3Ma, 9acTh OPTaHU3MA.

[Tpu TakKCOHOMUYECKOM PACCMOTPEHUHU CTPYKTYP HA TIEPBbIN TJIaH
BBIXOJIUT aCTIEKT TOMOJIOTUN JAHHOHN €CTECTBEHHON CTPYKTYPbI-MOYJIS 1
HaJleJICHHE ee CBOMCTBOM HEKOETO KPUTEPHS Kaaccu(puKaiuu 00bheKTOB,
T.€. MOP(OJIOTHUECKOTO TIPU3HAKA, KOTOPBINA OYET «IIPEACTABIISATh> JIaH-
HYTO CTPYKTYPY. K comep:rarebHOMY pas3ieJIeHuIo TOHATHI «MOPMOCTPYK-
Typa» U «IpusHak» nputnes Takxke M.4. [laBanHOB, KOTOPBI TpUiepKu-
BaeTCs MOHUMAHUS MPU3HAKA KaK 0a30BOTO dJIeMEHTA OMUCaHUs OOBEKTa.
OH moJiaraet, 4To caM «IIPU3HAK He CJelyeT OTOKIECTBIISIT CO CBOHCTBOM
(aTpubyTOM, 4aCThIO, ACTIEKTOM) CPaBHUBAEMBIX OOBEKTOB, KaK 9TO HEPe/I-
ko nemaercst» (Ilasaunos, 2005, ¢.175).

Crporo ToBopst, MOPGOCTPYKTYPa elile He eCTh OUOJOTHIECKUH MpH-
3HaK, HO TIPU3HAK BIIOJIHE MOKET OBITh CTPYKTYPOUl. [IpU3HAKOM SIBJISIETCSE
TO, YTO TIO3BOJISIET PA3INIaTh OOBEKTBI, T.€. BIOKEHHbBII KPUTEPHIT UX KJIac-
cuduranmu. MopdocTpyKTypa Kak HEeKU CTPOUTETbHBIN MOLYJIb OpTa-
HU3Ma TIPEJICTABISET COOOH eCTECTBEHHBII TIPUPOIHBINA 0OBEKT, BBITOTHSIET
Te WJIN UHble (DYHKITNH, ee TPOsIBIEHNe B MOp(doreHese JaHHONH TaKCOHO-
MHUYECKON TPYTIIIBI IPEACTABIsIET COOOU MPOAYKT AJIUTETBHOI SBOJIOINN,
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a Pa3BUTHE 3aPETyJINPOBAHO AMUTEHETHYECKON cucTeMoil. Mbl MOKeM TTpo-
BECTH CPAaBHUTEJIBHBIH MOP(OJOTHIECKUT aHAIN3, BBIIETUTH U TOMOJIOTH-
3UPOBATh ONpeNeeHHYI0 MOP(HOCTPYKTYPY y MPEJCTABUTENEH COMOCTABIIS-
€MbIX TAKCOHOMUYECKUX rpyiin. [Ipu aToM oHa GyIeT Mo-TPesKHEMY OCTa-
BaThCsT MOP(HOCTPYKTYPOT, SABJISISICH MOJIYJIEM UJTH «CTPOUTETTHHBIM OJI0-
KOM», U3 KOTOPBIX B TIpotiecce Mopdorenesa GopMupyercsi OpraHu3M.
Ecim Mbr Boctiosibayemcst TaHHON MOP(OCTPYKTYPOIl KaKk HEKUM KPUTEPH-
eM oTpejieieHIsT OOIIHOCTY WJIH Pa3/leJeHIsT TAKCOHOMUYECKUX TPYIII,
TOT/IA MBI U HaJIEJUM ee cBolcTBaMu TipusHaka. OOBIYHO Ha TPAKTHKE Ta-
KO€ MBICTICHHOE pas/ieIeHre He TPOBOANTCS, U MOP(hOCTPYKTYPA, MPOoIe-
11as PoLeAYPY FOMOJIOTU3ALUHY, CPA3y PACCMAaTPUBALTCA KaK IOTEHIIUAIIb-
HO 0JIe3HBIN 1K OECIONe3HbII IPU3HAK.

Jlmreproe TociofctBo CTD 1 TeHOTIEHTPUIECKO IOKTPUHBI TTPUBE-
JIO K HEKOTOPOMY MCKayKEHHUIO MOHSTUST TIPU3HAK BO BCEX OMOJIOTHUECKIX Ha-
yKax. Y TeHETUKOB TPU3HAK TTOJTHOCTHIO COBMECTHIICS ¢ MOP(OCTPYKTYPOT
WJTT MTHBIM CBOWCTBOM OPraHM3Ma (BKJTIOUAS 2JIEMEHTBI TOBE/ICHUS ) Kak (heHO-
TUIMHYECKUIT pe3yJisraT (TIPOAYKT) pabOThI OMpe/ie/IEHHbIX TeHOB. CunTanoch,
a TakKKe TPOJIOJIKAECT CIMTATHCS, UTO KasK/bIii MOP(OIOTHIECKHIT TPU3HAK
TEHETUIECKH JIETEPMUHUPOBAH, a (heHOTHUTT (0OBIYHO TIO[Pa3yMeBaeTCst MOP-
docTpyKTypa) ecTb pe3ybTaT B3auMOJIEHCTBUS TeHOTHTIA U cpeibl. CBsi3Ka
(en (=enoturr) u red (=TEHOTUIT) TIPU TPOBEICHUN TEHETUIECKUX CKPEITIN-
BaHUH OOBIYHO OMTMPACTCS HA (PEHOTUTTMYECKU PA3IMIUMBbIE MOPHOCTPYKTYPBI
WJIM MHBIE €CTEeCTBEHHbIE CBOMCTBA YacTell opraHnusMa, KOTopble OTOKIECTBIIS-
I0TCS TeHeTHKAaMU € TIOHSATHEM <«ITpu3Haks. Koneuno, mpusHak Kak onmcaHue
HE MOKET OBITh JIETEPMUHIPOBAH, ¥ PeUb UACT HE 0 MPU3HAKAX, a O Bapualy-
AX eCTeCTBEHHBIX YacTeil (Mojryieit, MOpOTHUIIOB, CTPYKTYP, CBOKCTB). Mop-
docTpyKTypa cTaHOBUTCA TPU3HAKOM JIUIIB TOT/A, KOT/IA MBI €€ UCIOJIb3yeM
KaK KPUTEPHil /st Kraccuprkariuu ocobeil Wi TakCOHOB.

Ha namm B3ruisiz, 9T 06CTOSTENBCTBA TOPOANIIH TPArMaTUICCKUHT 1
YTUIUTAPHBIN MOXO/ K COAEPKAHUIO TOHATHS NPU3Hak B 6Guosoruu. I1o
cnosam Kosure (Colless, 1985), mpusHak MOKET paccMaTpUBAThCS TPOSIKO: &)
Kak ampubym (Pasaudaioniuii arpubyT, KauecTBO, CBOMCTBO CTPYKTYPHI,
opma, cyberpart, pyHkus); 6) Kak ocobennocmy (4acTh, XapaKTepHast yepTa
HEKOI (hU3MIecKoil MPUPOIBI, HO SBJSIONIASICS B TETIOM abCTPAKTHOI); B)
KaK nepemennas (Habop TaHHbIX, IPEACTABICHHBIX B BUIE JOTHUECKOI UITH
MaTeMaTuueckoil nepemennoit). [lockosbky oroskaecTBiaenne MopgocTpyK-
TYPBbI ¥ TIPU3HAKA B [IPAKTUKE MOP(HOJIOrMYECKUX U TAKCOHOMUYECKUX HC-
CJIe/IOBaHUI ABJISAETCA, CKOpee, HOPMOH, UeM MCKIIoYeHeM, B JajbHeleM
MBI Oy/IeM Yalle BCEro MpUAEPKUBATHCS ATON «IPAKTUYECKOH HOPMBI», HO
0CO3HABATb MCKYCCTBEHHOCTb TAKOTO OTOK/ECTBJIEHUS ABYX MOHATHIL. B
TIPOTUBHOM CJTy4ace MPUAETCS pa3pabaThiBaTh CIEIMATBHYIO HOBYIO TEKTOJIO-
TUYECKYIO0 TEPMUHOJIOTHIO, YTO TIOKA HEe BXOJIUJIO B HAIIM 33/1a4H.
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ITpu aToM ciemyeT MOTIEPKHYTH, UTO €CIU €CTECTBEHHBIX MOP(HOCT-
PYKTYp (MOyJieil) cymnecTByeT OueHb GOJBINOE, HO BCE Ke OTPAHUIEHHOE
KOHEYHOe YHICJI0, TO MTPU3HAKOB KAK CITOCOOOB OMMCAHUN U KPUTEPUEB
CpaBHEHUSI 0OHEKTOB MOXKET OBITH GECKOHETHO MHOTO. [109TOMY TTOHSTHE
«TIPU3HAK» SBJISIETCST OOJTee MMIPOKIM MO CPABHEHUIO ¢ MOPGhOCTPYKTYPOTi,
He OTPAHMYUBAETCS TOJIBKO MX OTCAHIEM, MOKET BKIIOYATH TI0OBIE Xa-
PAKTEPUCTUKU U CBOICTBA OpPraHM3MOB 1 UX COYETaHUA, B TOM YHCJIE (I)yH-
KIIMOHAJIbHBIE, GPU3NOJOTHYECKIE, HTOJIOTHYeCKNe 1 aKosorndeckue. [pu-
3HAK TIPEJICTaBIIsieT 000 KPaTKoe, OOBITHO «ITaP;KUPOBAHHOE» OIUCAHHE,
HEOOXOIMMOE JIJTsT KITacCUGbUKATINN 00HEKTOB, 1, KAK MPABILIIO, He HaTleTeH
Ha U3y4eHue CTPOEHUS UJIH TPUPO/IBI TOTO CBOMCTBA WJIN CTPYKTYPBI, KOTO-
pbI€e OTIUCHIBAET 1 XaPAKTEPUIYET, T.€. MOKHO TOBOPUTH 0O OTHOCUTENHHOM
HE3aBUCUMOCTH TIPU3HAKA M XapaKTepru3yeMoro UM cBoictsa. OTHOCHTE N b-
Has He3aBMCHMOCTb IIPU3HAKA OT €CTECTBEHHON CTPYKTYPb! MJIN NHOTO
CBOWCTBA OpraHU3Ma U MOTEHIIHAIbHAST GECKOHEYHOCTH BHIOOPA CIIOCOOOB
U KPUTEPHUEB CPABHEHMUSI JETAIOT €T0 YI0OHBIM HHCTPYMEHTAPUEM HE TOJIb-
KO /ISl TAKCOHOMUYECKOTO M (DUJIOTEHETHYECKOTO MCCJIe/I0BAHMS, HO U JIJIst
MOPGOJIOrUYECKOTO 1 3BOJIIOIIMOHHO-MOPGOJOrNIECKOTO aHATHI3A.

[IpuMeuaTesnbHO, UTO cCoOUeTaHWE TEPMUHOB «TOMOJIOTUYHBIN TTPH-
3HaK» Cpasy NMPUBOJNUT K OTPAHNYEHHUIO KOJTMYECTBA TAKUX ITPU3HAKOB /10
YuCJia BbIABJICHHBIX TOMOJOTUYHDBIX €CTECTBEHHDIX CTPYKTYP WJIN CBOJICTB.
Takum 06pa3oM, TOMOJOTHYECKAs U3MEHUMBOCTH MOPMOTOTUUECKIX
CTPYKTYP O3HAYAET COOTBETCTBUE YNCJIA TOMOJOTHYHBIX TPU3HAKOB M MX
COCTOSTHUN KOJIMYECTBY PACCMOTPEHHBIX MOPGHOCTPYKTYP BO BCEM UX KO-
HEYHOM PasHo0Opasuu B Mpejieiax N3ydaeMblX TakCcOHOB. Cie/IoBaTeIbHO,
TEPMUHbBI «<TOMOJIOTHYECKAST KBMEHYUBOCTH MOP(OCTPYKTYP» U «TOMOJIO-
rudeckasi U3MEHUYNBOCTDH MPU3HAKOB» BIIOJIHE CHHOHMMHUYHBI U TOXK]Ie-
CTBEHHDI, T.€. B IAHHOM CJTydyae He BO3HUKAET PACCMOTPEHHAS BBIIIE CEMaH-
THYECKas KOJITU3MS MEXK/Y MTPU3HAKOM U MOPHOCTPYKTYpoit. B mogo6Hoi
cutyanun TpanchOpMAIUOHHBIN 1 TAKCHYECKHIT MOAXO/IbI, O TPOTHBOTIO-
noxxkHocTr KoTopeix ucasn A.W. [latankun (2002), B crydyae romosiorndec-
KOIT MI3MEHYNBOCTH MOPMOCTPYKTYP U MPU3HAKOB [IEPECTAIOT OBITH MOJTHO-
CTHIO KOHTPABEPCHBIMHU.

Paznuans Mesky GumaTepanbHBIMI TIPOTHBOJICKANUMUA aHTUMEPHbI-
MU CTPYKTYPaMHU Y OTHOW U TO# sKe 0COGU MOTYT GBITh IOBOJBHO BEJIMKH, HO
€CJIM OHU TIPOSIBUIIUCD, TO, CJIEIOBATENBHO, IOMYCTUMBI (Pa3peIieHbl) B TIPo-
1lecce pa3BUTHUs, SIBJISISICh, HECMOTPST HA YaCTYIO PA3HYI0 KOMILIEKTAIIUIO U
KOMIOHOBKY, OMOJIOTHYCCKUMU U30MEPaMH WJIH MOA001eM OOM30MEPOB.
Crporast n30Mepust BO3MOXKHA JIUIIb TIPH PABHOM YHCJIE 1 KAYEeCTBE CTPYK-
TYPHBIX DJIEMEHTOB, HO PA3HbIX CIIOCOOAX UX CBSI3BIBAHUSI JIPYT C JIPYTOM.

Ha rpy1imoBoM ypoBHE MOKET MPOSIBUTHCS BCE JIOMYCTUMOE JIJIST IaH-
HOU MCTOPUYECKHU CJHOKUBIICHCS TPYTIBI 0c06ei (MOMyISAIIN, TAKCOHA)
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pasHooOpasue aHTUMEPHBIX (OHOCTOPOHHUX ) MOP(OCTPYKTYP, KOTOPBIE
OyLyT TOMOJIOTHYHBIMU H30MepaMu. ECJIU PacioioKUTh TAKHE CTPYKTYPhI
10 CTETIEHH CJIOKHOCTH, TO B 3TOM PSILY MOKHO OY/IET YBUETD MOCTENEHHOE
CTaHOBJIEHIE MOP(MOCTPYKTYPHI, KOTOPOE HAOIIOAAETCsT B TIPoTiecce MOpdho-
reresa mpu GopMUPOBAHNHT HanboJiee CIOKHOI ee KoHpuryparmu. [Tpumep
TaKOH BHYTPUWHINBUYATbHON (DeHOTEHETHIECKO M3MEHUNBOCTH (DEHOB-
AHTUMEPOB U UX KOMIIO3UIINI, XapaKTepU3YIONuX (hOpMUPOBAHUE CTPYKTY-
PBI OBAJIBHOTO ¥ KPYTJIOTO OTBEPCTHI Yeperna TphI3yHOB, Obut omucan A.T.
Bacusnbesbim (2005) Ha npumepe ipoMeTeeBoil osieBku (Prometheomys
schaposchnikovi). Bosiee neTaabHO OH Oy/IET PACCMOTPEH B TJIaBe 7.

Ecuut ¢BsI3aTh APYT € APYTOM Bee OMTaTepasbHble HECOBITAJCHUST aH-
TUMEPHBIX CTPYKTYP, KOTOPbIe 00YCIOBJICHBI STUTEHETHUECKUME (haKTOPa-
MU, B T€X CJYYasx, KOT/[Aa OHU IPOSIBJSIOTCS OJHOBPEMEHHO Y OIHUX U TEX
JKe ocobeil, HO Ha PAa3HBIX UX CTOPOHAX, TO B PE3YJIBTATE MOKHO MOCTPOUTH
HEKOTOpoe MOP(OJOTHIECKOE TIPOCTPAHCTBO, XapaKTepU3yIoliee SIUTeHe-
TUYecKWi naTTepH (TepMuH 3auMcTBOBaH y A.A. Ilo3aHAKOBA), NJIH, UTO
6osiee TouHO — (heHOTeHeTHUECKOE MopdompocTpancTBo (phenogenetic
morphospace), B ocHOBe (hOPMUPOBAHUSI KOTOPOTO JIEKUT SMUTEHETUIEC-
kuit ranmamadT momyaanun ganaoro takcona (Bacuabes, 1988, 2005,
2009). @enomen anureHeTHYecKoro Janamadra MOMyJIsInyd U IyTH ero
BU3yaJIM3aIui MBI H0Jiee TOAPOOHO 0OCYIMM B MambHemnx riaasax. /lo6a-
BUM TaK:Ke, YTO [TOTEHIIMATbHAS CTPYKTYPa MOP(OIIPOCTPAHCTBA B IAHHOM
CJTyyae 3a/IaeTcst SIUTEHETUIECKON CUCTEMOI KOHKPETHOI eCTeCTBEHHO-UC-
TOPUYECKOI TPYTIIBI (MOIMYJISIIUHT, TAKCOHA) U JIJIsT OUTaTePAIbHBIX CTPYK-
TYp TIpeZiCTaBIeHa UX (PeHOTEHeTUIEeCKOI M3MEHUYNBOCTHIO.

[TockoNbKY eArHUICH HAGTIOACHNS TIPY U3YUYEHUH IPYNTOBOI
BHYTPUUHANBHU/YATbHON M3MEHYMBOCTH SIBJISIOTCS PA3HbIE CTPYKTYPHBIE
COCTOSTHUSI TOMOJIOTHYHOI aHTUMEPHOIT MOPMOCTPYKTYPBI (MOAATBHOCTHI
NPU3HAKA), TO AMUTeHeTHYecKue (PaKTOPBI, KOHTPOJIUPYIOIIIE UX MPOSB-
JeHne, HGaKTUIeCKH PETyJIUPYIOT U MOANEPKUBAIOT YCTOUYUBOCTD CTPYK-
TypbI heHoTeHeTHYecKOro MopdonpocTpanctsa. Ecan paccmaTpuBaeTcs
BCE BOOGPa3MMOe MHOKECTBO TIPU3HAKOB (MOP(POCTPYKTYP, MOAYJIEi, Me-
POHOB), UTO MO COAEPIKATEILHOMY 0OBEMY TIPUOTUKAETCSA K aPXETHITY CO-
OTBETCTBYIOIIEr0 TAKCOHA, TO MOP(OIPOCTPAHCTBO OYAET OTPAKATH MHO-
roo6pasue apxerumna. HamoMHuM, 4TO paHee MBI MPHUIILIN K TOMY, 4TO
TPYNTIOBas BHYTPUUHAUBUAYATbHAST TOMOJOTHYECKAS NU3MEHYNBOCTD
KOHTPY9HTHA (heHOoTreHeTnYecKoil naMeHunBocTH. [loaToMy MHOTOMED-
HBII AHAJN3 TTPOSIBJIEHNI BHYTPUUHANBUAYATBHON FTOMOJIOTUYECKOIT 13-
MEHYUBOCTHU PA3JIMYHBIX MPU3HAKOB (MOPDOCTPYKTYP, MOIYJI€ii, MePO-
HOB) Y TAKCOHOB C PAa3HOU CTEIEHBIO 9BOTIOIMOHHON [UBEPTEHIINN T10-
3BOJISIET, BO-TIEPBBIX, OIEHUTh YCTOWYNBOCTD MPOSIBIEHUIT (heHOTeHeTH-
YeCKOH M3MEHUMBOCTH TOMOJIOTUYHBIX MOP(POCTPYKTYP U UX TIPENCTAB-
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JIECHHOCTDH Y OTAEJIbHBIX TAKCOHOB, 4@ BO-BTOPDIX, TIOCTPOUTH MHOTOMEPHOE
MEPOHOMUUYECKOE MOPGOTPOCTPAHCTBO MOIYJIE U UX COCTOSIHWH, B ne-
aJie COOTBETCTBYIOIleE apXeTUIINYeCKOMY IIOTeHIIMAILY.

2.5. MEPOH, PE®PEH U TPAH3UTHUBHbBII
IMOJIUMOP®HN3M C.B. MEMEHA

Meponomuueckas pupo/ia BHyTPUMHANBUIYJIBHON roMoJsioruyec-
KO U3MEHYNBOCTHU TIPOSBJIIETCST B TOMOJTOTHUHBIX pepperax. C.B. Meiien
(1978, crp. 501) Tax onpenessii moHsATHE pedpeHa: ... TOBTOPSIONIYIOCS,
MOAYMHEHHYIO OJTHOMY TIPABUJIY MPe0OPa3oBaHUsT MOCIEIOBATETBHOCTh
COCTOSgHUIT MepoHa Ha3oBeM pedpeHoms. [IpucyrcTByiolee B onpenele-
Huu TpeboBanue o TpaBue Tipeobpazosanust Mbl, Beses 3a F0.B. Yaiikos-
ckuM (2008), GyzeM MoHUMATh B IIUPOKOM CMBICJIE, T.e. KaK o0liee CBOIi-
CTBO MEPOHA U3MEHSATDHCS B OIIPE/IeJCHHOM HAIIPABJICHUH, BKIIOYAsk MHOKE-
ctBeHHbIN napasreausM. Cuenyet coramacutbed ¢ JI.H. Bacuabsesoit (1997)
B TOM, 4YTO UMEHHO pedpeHbl 0TpakaioT TOMOJIOTHYECKYI0 N3MEHUUBOCTD,
onncannyio H.U. Basunossim. Tomosornueckue psabr BaBusiosa u mpe-
cTaBIAIoT co0oii pedperbl Meiiena. PedpeHbl IBISIOTCS IO CBOEMY COAEP-
sxanuio mepodamu (Meiien, 1990), Ho npecTaBIAgI0T cOOOIi OCAEA0BA-
TeJbHblE TPaHCHOPMAIIMKY MEPOHA KaK MOJYJIS MJIM YaCTU B TOM UJIM UHOM
HalpaBJIeHNN. /|1 Hac pe/icTaBiIsIeT NHTEPeC TOJIBKO TOT Kiace pedpe-
HOB, KOTOPBIE XapaKTEePU3YIOT PEATN3aINI0 TIOTHOTH TOMOJIOTUIECKIX PsI-
710B (MHOKECTB MTPU3HAKOB M MX MOJIAJIBHOCTEN) Y Pa3HbIX TaKCOHOB. [Ipn
HTOM MBI HE PACCMATPUBAEM aHAIOTHYECKIe pedPeHbI, 00YCIOBIEHHbIE
OTpakeHreM 00X KOHCTPYKITMOHHBIX 3aKOHOB TIOCTPOEHUST pa3HooOpa-
3W4, KaK TIPOSIBICHNE aHATIOTHI MOPO3HBIX Y30POB Ha OKHAX 10 OTHOIIIe-
HUTO K (hOpMe JIMCTOBBIX MJIACTUHOK MAamoOpOTHUKOB. C Halllell TOUKH 3pe-
HUS, TaKXKe He UMeeT CMBICTa U3ydeHre CelUuaabHbIX TpanchopManmii
«MepOHa KaK 4acTH» MEXKIY TAKCOHAMMU, HA[PUMEP «MEPOHA TTAPHBIX KO-
Heunocteit» o 10.B. HaitkoBckomy (2008), Kora y pa3HbIX TTO3BOHOUHBIX
OH NIPUHUMAET TaKue 3HAYEHUS KaK <IJIABHUKW, JIACTBI, JIAMTBI, KPBIJIbS,
HOTHU, pyK#». Kak KOHEUHOCTH TTO3BOHOYHBIX BCE 3TU CTPYKTYPBI TOMOJIO-
THYHBI, HO 3TO He pedpeH. PedpeHb! MOSIBATCS TOJBKO B TOM CJIy4dae, eciin
CpaBHUBATH TPaHC(HOPMAIMU TOMOJOTUYHBIX 3JIEMEHTOB KOHEYHOCTEH,
HAIMPUMEP Y AMHO3aBPOB M MJIEKOTMUTAONINX: GETAIOIINX, TPHITAIIIX,
IJIABATOIIIX, JIETAIOMINX, JTa3af0MINX 1 T.1.

Pedpenbl MOBTOPSIIOTCS B Pa3HBIX TAKCOHAX, COXPAHSIST 3aKOHOMEP-
HOCTHU TPaHC(HOPMAITOHHOTO TIepexo/ia U3 OHOTO COCTOSHIS TPU3HAKA B
ApyTOE, a TaKKe MapajlIeJTN3M 3TUX COCTOSIHUM, UX COOTBETCTBUE MEXKIY
TaKCOHaMU. PedpeH MposIBIISIeTCS UL TPU MEKTPYIIIOBOM COMIOCTAaBJIe-
HUW Pa3HoOOpasust MEPOHA Y TAKCOHOB, OTPAKAST UX «BHYTPUTAKCOHHOE»
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pasHoobpasue U XapaKTePHU3ysi €ro MOBTOPSIEMOCTD Y PA3HBIX TAKCOHOB.
OTciofia BO3HUKAET BO3MOKHOCTD OIEHUTD TTOJTHOTY BOCIIPOU3BEICHUS
pedpeHOB B Pa3HbIX TAKCOHAX, UTO B CBOIO OYEPE/Ib MO3BOJISIET UCIIOTbH30-
BaTh TOMOJIOTHUYECKYIO U3BMEHYUBOCTD [IJIST OTICHKU TAKOW MOJTHOTBI, a cJie-
JIOBATEJbHO, BBIABUTD CTETICHh MEPOHOMUYECKOTO |, B Uease, apXeTHTIHU-
YeCKOTo MepeKphIBaHus (TpaHcrpeccun pepeHoB) TAKCOHOB M TAKCOHO-
MuYecKuX Tpymi paznoro panra. C.B. Meiten (Meyen, 1973 muT. no: C.B.
Meiien: nasieoboTatuk ..., 2007), paccMaTpuBast (GOPMYJTy 3aKOHA TOMOJIO-
rudeckux psros H.V. BaBusoBa mpuiiies K BEIBOLY O HEOOXOIUMOCTH €€
YTOUYHEHUS B YACTHU BBIJICTEHUST MOAAIBHOCTEN (COCTOSHUIT) TOMOJOTAY-
HBIX TPU3HAKOB W TIPEIOKUI CAEAYIONIH BapUAHT 3aMTUCH (DOPMYJIBL:

L (a,a,a,..a)+(b,b,b,..b)+ .,

L,(a,a,a,..a)+(b,b,b,..b)+ .,

L,(a,a,a,..a)+(b,b,b,..b)+ ...

Takas 3amuch 1eMOHCTPUPYET MOBTOPEHUE HE TOJIBKO TIPU3HAKOB, HO
1 UX COCTOSHUH y pasubix BuaoB. C.B. Meiten ocoboe BHUManMe 06parman
Ha pePEHBI, T.€. CTPEMUJICS YUECTh CTPYKTYPHBIE 3aKOHBI TIPe00OPa30OBaHMUsI
MOJIATBHOCTEH.

Hawm nipezicraBisiercst onpaBAaHHBIM BKJIOYUTD B (hOPMYJy 3aKOHA
H.V. BaBujioBa He TOJIBKO TIepevdeHb Habopa MapajiebHO BApbUPYIOIHX
[IPU3HAKOB, KaK 9TO OBLJIO 3aAMMCAHO B OPUTHHAJIE, HO TAK/KE OTPA3UTh COO-
CTBEHHO rOMOJIOTUYECKHE Psfibl UX cocTossHui — pedpensl o C.B. Meiie-
ny. C yuerom ckaszanHoro Beiiiie paccmorpennas H.M. BaBuiossiM cutya-
U JUIS TPEX BUOB OJTHOTO POJia TOYHEE MOKET ObITh BBIPaXKeHa B BU/IE
cenyiomux GopmyJr:

G (L1+ L11+ LIII)

GL, (a +b,, +e, +d, +e  +f +.+n )

GL, (a,,tb,, +c,, +d, e +f  + .40 )

GL,, (a,, b, e, +d,, +e  +f +.+n )
rne G — pagukan poaa; GLL GLH, GLIII — paJinKajIbl BUAOB/JIMHHEOHOB;
a, b, ¢, d, e f..n— romosornunbie TpUsHAKK BUAOB (N — YHUCIIO TTPU3HA-
koB); 1, 2, 3,..., k — cocrostnust npusHakos (k — uncio cocTostHuii, Wi noj-
Hnoma MelieHOBCKOro pedpeHa). JTa CHUCTeMa SBJISIETCS TPEXMEPHOM, Tak
KaK BKJIIOYAET TPU U3MEPEHUsI pa3Ho0OPasust: TAKCOHOB, TPU3HAKOB KaK
MEPOHOB, COCTOSTHUI (MOIATBPHOCTE ) TPU3HAKOB. TPaH3UTUBHBIN MTOJIH-
MOpGhU3M COCTOSTHUI MPU3HAKA,/TIPU3HAKOB 33/1aeT PePPEHHYIO CTPYKTYPY
pa3Ho0Opasus, T.e. TOMOJOTHUECKUE PAIBI H3MEHUYNBOCTH.

Pedpen MoxeT 0TYETINBO TMPOSIBISTHCS U B BU/I€ BHYTPUUHINBU-
AyanbHOU ceprasbHON TOMOJIOTHHU, U TIOAO0OHBIE pedPEHbl HETPYAHO 06-
HAPYXKUTh Ha TpakTuKe. [To3aHee Mbl BepHeMcst K 00CYKACHUIO HTOTO
Bompoca. [ToBropsiomuecst BHyTpH 0coOu 1 'y pasHbIX ocobeil penernuec-
KIle KOMIIO3UI[UN aHTHMEPOB FOMOJIOTUYHBIX TPU3HAKOB C PAa3HOI cTere-
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HBIO MTOJTHOTHI BOCTIPOU3BOAAT OCOOEHHOCTH OPraHU3aIMi PAa3BUTHST U
AMMUTEHETUYECKON CUCTEMBbI JAHHOTO TaKcoHa. Ha ypoBHE OTAETbHBIX
CTPYKTYP M UX MOZaTbHOCTEH ((PeHOB) MOKHO MPOCIEAUTH pePEHBI ¥
TAKCOHOB Pa3HOTO YPOBHS: OT BHYTPUBHUIOBBIX (DOPM 10 MpecTaBUTENCH
Pa3HBIX MOAOTPSANOB. BO3MOKHO, UTO 3TO PEATHHO U s 60JIee BHICOKUX
TaKCOHOMHUYECKUX YPOBHEH, HO aBTOPBI KHUTH €I1le He THITAJINCH 3TO CH-
CTEMaTUYECKU OCYIIECTBUTD.

MuosecTBa (heHETUUECKUX KOMITO3UIINI ((heHOKOMITO3UIIHIT) pas-
HBIX HEMETPUIECKUX MPU3HAKOB, O KOTOPBIX B OCHOBHOM IONIET Peub B
KHUTE, TPU MHOTOMEPHOM aHaJIN3€e U OPJUHAIIUN B MTpeiesiaX KOHKPETHBIX
TAaKCOHOB MOTYT OIPe/Ie/ITh OCHOBY JI71s1 cCKpuHUHTA pedpenos. C.B. Meii-
er (1990) Tak onpezeisit 0OIIYO CTPATETHIO TAKOTO aHam3a: «IT0CKOIbKY
Ka)KJ[bIH MPU3HAK U3MEHYUB M 3TA M3MEHYNBOCTD B PA3HBIX TAKCOHAX BCe-
rJ1a MOKET OBITh OPraH30BaHa B pePEHbI, TO 3a/1aueil TAKCOHOMUH CTaHET
ompeieJicHNEe TAKCOHA He B TTPOCTPAHCTBE TOUETHBIX COCTOSTHUN MPU3HA-
KOB, @ B MHOTOMEPHOI pelieTKe U3 TPAeKTOPUi PasHbIX pehpeHoB. ITO,
MO-BUIUMOMY, €IMHCTBEHHAS BO3MOKHOCTD MTEPEBECTU COJEPKATEIBHYIO
TAaKCOHOMMIO Ha MaTeMaTU4YeCKUil A3bIK, c/le/laTh ee HOMOTeTUYecKoil» (c.
6). B rex cayyagx, KoTZia MEPOHOMUYECKOTO TIEPEKPBIBAHWS TIOYTH HET,
pedpeHbl BhIpaskeHbl KpatiHe ¢jabdo, a mpu GOJIBIION CTETIEHN EPEKPHITUST
ruepobJAKOB PACCEUMBAHUS OPANHAT OHU TIPOSIBJISIOTCS] OTYETIUBO, U CTE-
IeHb B3aMMHOTO MEPOHOMUYECKOTO IIePeKPbIBAHNS, OCHOBAHHOTO Ha ped-
peHax, OTpaskaeT CTeleHb CXO/CTBA MTPOSABICHUN TOMOJOTHYECKON N3MEH-
YUBOCTH Y CPABHUBAEMBIX TAKCOHOB.

B namewm ciyvae denorenernueckoe MopgorpocTpaHcTBo, chopmMu-
pOBaHHOE UHIWBUAYAJbHBIMU (DEHETUUYECKUMU KOMITO3UITUAMU IIPeCTa-
BUTEJIEH Pa3HbIX TAKCOHOB, IOJIKHO OBITH CTPYKTYPUPOBAHO TAKMM 06pa-
30M, UTO TOAOGJACTH Pa3MEIIEHUsT OPAMHAT 0coOeil KakI0TO TaKCOHA
3aiiMeT B MOPGOIPOCTPAHCTBE CBOE OIpe/IeIEHHOE MECTO, & MEXK/LY TaK-
COHAMU JIOJIKHBI TOSIBUTBCA 30HBI Pa3peKeHHOCTH opAnHaT. B cuiy neii-
cTBUA npaBuia poacTBenubix oTkaoHennii H.IT. Kpenke meponomuyec-
KUe MHOJKECTBA MOTYT ObITh 3HAYUTEILHO TITMPE TAKCOHOB, YTO U OTIpeie-
JgserT heHOMEH MEPOHO-TAaKCOHOMUYECKOTro HecooTBeTcTBUA. [ToBTOPHI
COCTOAHUH NPU3HAKOB — pedpeHbl — MOTYT KaK eIMHUYHbIC CUTyaIlU1
(penkue abeppaliin) BCTPEYATHCS Jaxke Y OTAAICHHBIX MO MTPOUCXOKIE-
HUIO TaKCOHOB. Takylo cuTyanuio «pacloJj3anus» MepoHa M0 Pa3HbIM
TaKCOHaM, T.e. IPOSBJICHNE Y HUX COOTBETCTBYIONETrO MapKUPYIOIIETO
pedpena, MOXKHO paccMaTpUBaTh KaK COXpaHEHUE MHEPIUU ITPEIKOBOI
pasBuTuiitHol cucrembl. [lopoxkaaeMbrii Ipu 3TOM U MMOBTOPSAIONIUICS Y
Pa3HbIX TAKCOHOB MOJIUMOPMU3M, TPOCTEKUBAIOMIMICSA OT MPEAKOBBIX /10
coBpemenubIX GopmM, C.B. MeiieH, kak yKe OTMEUYaJIOCh, OTIPEEII KaKk
TPaH3UTUBHBIH osmMopdusm. I3 conocraBnenus penomena TpaH3UTUB-
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HOTO TTOJTUMOP(}U3Ma C TOMOJIOTUICCKUMY psAfaMu (heHOTEHEeTUIeCKOT
N3MEHUYNBOCTU CTAaHOBUTCA O‘IeBHI[HOﬁ CBA3b MEXKY 9TUMU MOHATUAMU.
B o6oux cirydastx HMEOTCS TOMOJIOTUYHBIE COCTOSIHUST TPU3HAKA, 0011ee
MPOUCXOXKEHUE, a B OCHOBE JieXKaT (DeHOMEHOJIOTHS MEPOHOMUYECKUX
pe(l)peHOB " SIIUTCHETNYECKHNE (l)yHI[aMeHTaJIbeIe CHUCTEMHBIC MEXaHU3-
MbI Pa3BUTHA. CJICI[OBaTeJIbHO, TpaHSHTHBHbeI HOJII/IMOp(I)I/ISM — 3To n
€CTh MPOABJICHUE TOMOJOTUIECKON N3MEHUYUBOCTA MOPHOCTPYKTYP. B
JasbHelieM Mbl HoJiee TOAPOGHO PACCMOTPUM MEPOHOMUUYECKHUE U apXe-
TUIINYECKHE aCIIeKThl TOMOJIOTUUECKON M3MEHUNBOCTH.

3asepiirast 0030p MPO6IEM U3YUEHUSI TOMOJIOTUN W TOMOJIOTHUYECKOI
W3MEHUYMBOCTH, TTOYEPKHEM crenytotiee. [IpegcraBisieTcss ompaBiaHHbIM
B KaueCTBE METOOJOTUUECKOI OCHOBBI AIbHEHIIETO UCCTEIOBAHMS CO-
YeTaTh MPUHITUIIBI OHOJIOTUYECKON, SIMUTEHETHUECKOW KOHIIETIIHIT TOMO-
JIOTUH, a TaKKe KOHIIETIINU TOMOJIOTUHN «B IMMUPOKOM cMmbiciey> (West-
Eberhard, 2003) ¢ meporomuueckumu npencrasienusymu C.B. MeiieHa,
YTO MO3BOJSIET TPUOIUZUTHCS K HOMOTETHUECKOMY PACCMOTPEHUIO sSTBJIE-
HI/Iﬁ, CBSI3AHHBIX C TOMOJIOTUYECKON U3MEHUYNBOCTHIO AHTUMEPHDBIX CTPYK-
Typ. [Ipu aTOM 11€J1€C000Pa3HO TIEPENUTH OT PEAYKITMOHHOTO aTarma Mopdho-
JIOTUIECKOTO MUCCITE/JOBAaHUS OTIETBHBIX CTPYKTYP K MHOTOMEPHOMY TIOCT-
POEHUIO WX KOMITO3UITNIA, BKITIOUAs TPYyNOBOe (TIOMYJASIIHOHHOE) U3yue-
HUC BHyTpHHH[[HBH[[yaJIbHOfI N3MEHYNBOCTHU aHTUMEPOB. HOCKOJIbe B
masbHeeM Mbl Gy/IeM pacCMaTPUBATh AUCKPETHDIC aTbTEPHATHBHBIC CO-
crossuus ((penpr) HeMETPUYECKUX MOPOTOBBIX IIPU3HAKOB B OCHOBHOM Ha
npuMepe MOPMOCTPYKTYP CKeJeTa IPhI3yHOB U U3MEHYUBOCTD UX TIPOSIB-
JIEHUS Yy PA3HbIX TAKCOHOB, TO PACCMOTPEHHBIE BBIIIE MTOAXO/bI TO3BOJIAT,
onupasgch Ha ABJEHUS TPAH3UTUBHOTO MOJIUMOPGU3MaA, OCHOBAHHOTO Ha
AIUTEeHETUYECKO TpeeMCTBEHHOCTH MopdoIipoliecca B OHTOreHese, pu-
GJIUBUTHCS K TOHUMAHUIO 3aKOHOMEPHOCTEH TOMOJIOTHYECKON N3MEHY -
BOCTU MOP(OJIOrHYeCKUX IPU3HAKOB I'PHI3YHOB Ha PAa3HBIX dTalaX UX
9BOJIIOIIMOHHON JIMBEPreHITNN.



ITVIABA 3. TOMOJIOTUYECKAS
N3MEHUYUBOCTDb MOP®OJIOTNYECKUX
CTPYRTYP YEPEIIA I'PBISYHOB

<...HEAb3SL CIMAMb MY3bIKAHMOM,
nPOCIYUAas 001y XopoOUYIo NeCHIo.
Imum MOACHO 0671A0EMD MOJLKO NOCE
ONUMENBHOZO0 U OCHOBAMENLHOZ0
obyuenus»

M. MonTenn

Ha ocHoBe TeopeTruecKoro aHaanu3a MOHATUI U COBPEMEHHBIX KOH-
LETIIINHI TOMOJIOTUH, TIPEATTPUHSITOTO B IEPBOM 1 BTOPOH TJ1aBax, Ipe/cTaB-
JisteTcst HeoOXOAUMBIM ¢(HOPMYJIUPOBATH OCHOBHBIE METOIOJOTHIECKHUE
[IPUHITAIIBI, KOTOPBIE MBI HCIIOJB30BaK B paboTe, OMUPAsiCh Ha TEOPETH-
yecKue TpeJCTaBIeHNs O TOMOJIOTUYEeCKUX psjgax u3Mmenunsoct H.1.
BaswiioBa, mpaBusio ponctennbix otkaonennii H.I1. Kpenke, a Takke Ha
UX pa3BUTHE B (hopMe MPU3HAHUS MMTUPOKON PACIIPOCTPAHEHHOCTH TPAH3U-
TUBHOTO MOJUMOpGhU3Ma 1 «pepeHHON CTPYKTYPbI pasHoobpasuii» C.B.
Meiiernom. BaskHyto posib urpaetr obocHoBanue B.JI. Actayposbim u T. Ipro-
HeGEeProM CyIIEeCTBOBAHUS CAYUYATHON H3MEHUYNBOCTH, XaPaKTEPHOU JJIst
0c060r0 Ki1acca MOP(hOJOrHIeCKUX TIPU3HAKOB, UMEIOIIUX TOPOTOBYIO MIPHU-
pony. Takue nMpu3HAKY MPOSABJASIOTCS B aJbTEPHATUBHBIX COCTOSTHUSX, T10-
9TOMY OHU Ha3BaHbl HEMETPUYECCKUMMU. Onn 6yI[yT CJIYKUTh OCHOBHBIM
MaTepuajoM U «<MHCTPYMEHTOM» B JaHHOM HCCJEIOBAHNN.

O/vH 13 HAIITX METOIOJIOTMYECKUX IIPUHITATIOB — Pa3rpaHmyeHue pu-
3HAKOB ¥ UX cocrostiuii ((eror). Besen 3a H.I. BaBuioBbiM MbI Tak:ke 0y-
JIEM Pa3JinyaTh yCJAOBHO KOHCTAHTHYIO YacTh (DeHOTUTIA, MJTH «PAJIAKA», ¥ €70
U3MEHUYHUBYO, TIOJUMOP(HYIO YacTh, IPEICTABJIEHHYO OTPe/IeJIeHHBIM Ha00-
poM (hbeHOB HEMETPIYECKUX TIPU3HAKOB (Pa3HBIM B KAJKJOM KOHKPETHOM CJIy-
Yae UMEHHO M3-3a TIepexo/ia 9acTH MPU3HAKOB B KOHCTAHTHOE, (PUKCUPOBaH-
HOE COCTOSTHUE, T.€. B PAJIUKAT). VIMEHHO «OTKJIOHEHUSI» OT PaJNKaa, Taske
OUECHb PelIKe — AaHOMATTMH UJIN Jlake TepaThl (YPOJCTBA), B COOTBETCTBUU C
mpaBuIoM KpeHke TIO3BOJISIOT CBS3aTh «<HOPMY» U «QHOMAJINIO»> B OJTUH TIOJIN-
MoOpGhHBIT TPU3HAK — «MepoH» MefieHa — KakK pasHble er0 COCTOSHUS, a 3aTeM
UCKATh TIOBTOPSIIONIMECS PSIZIBI COCTOSTHUH y OJIU3KUX BUIOB — «pedPEHbI».
[Ipu aTOM TOMOJIOTYHBIME 6y/1yT CUNTATHCH, TIPEK]IE BCETO, COCTOAHUA O/IHO-
IO MEPOHA-TIPU3HAKA, a CIEZI0OBATEIHHO, M CAMU TIPU3HAKN Y PA3HBIX BUIOB —
pedpenbl, Kak MPOsiBJICHNE CIEUATbHON TOMOJIOTH.

Tomosorusaius COCTOSTHUI TTO3BOJISIET CPAaBHUBATH TAKCOHBI PA3HOTO
paHTa 1Mo 4aCTOTaM MX IIPOABJIEHUA U TEM CaMbIM OIIEHUBATH JNUBEPTEHITUIO
Mexay Humu. [Ipu tTakom mozaxo/ie moauMopdhHOe COCTOSTHAE TTPU3HAKA Y
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OJTHUX TAaKCOHOB OKA3bIBAETCS TOMOJIOTMYHBIM MOHOMOP(MHOMY COCTOSTHUIO
y IpyTux (B ciaydae (puKcarum oJHOTO U3 COCTOSTHUI ). DTO O3HAYAET, YTO B
ollepalMoHaIbHbIi HAOOP (PEHOB BOBJIEKAETCS YaCTh CBOMCTB PaJUKAIOB
BUJIOB, UTPAIOIIIX B JAHHOM CJIYYae POJIb CBOCOOPAZHBIX TAKCOHOMUYECKITX
(MasI0M3MEHYNBBIX ) TPU3HAKOB. BO3MOKHBI 1aske KpaitHue ciydan 1pu-
BJIEUEHUS IPU3HAKOB ¢ (pUKcaIeil IMpOTUBOIIOJIOKHBIX, aJIbTEPHATUBHBIX
COCTOSAHUU Ipu yCJIOBUU, YTO OJJHOBPEMEHHO CPaBHUBAIOTCSA U TaKCOHBI C
MOJTMMOP(MHBIM COCTOSTHUEM HCCTIEyeMOT0 TIPU3HAKA.

Kak yske oTMedanoch, 0COGEHHO Ba)KHBIM CBUAETEIBCTBOM TOMOJIO-
TUU SIBJISIETCS] OJTHOBPEMEHHOE TIPOSIBJIEHUE AJIbTEPHATUBHBIX COCTOSIHUI HA
PasHBIX CTOPOHAX TeJIa OJHOU 1 TOM JKe 0cOOU — «aHTUMEPHAs apXUTEKTO-
HUYeCKas TOMOTUINS ». [oMotorusarus (heHoB y pa3HbIX OPTaHU3MOB pac-
CMaTPUBAETCSI HAMU KaK «CIIelUaJbHasi apXUTEKTOHNYECKasi TOMOTUTIUST> B
nonnmanun B.H. Beknemumesa u FO.B. Mamkaesa. Eciiu anaius BoimoJi-
HSIETCSI JIJIsT 0COOEH OTHOM TIOTYJISAIII, HaM TIPEICTABISETCS BOSMOKHBIM
TOBOPUTH O «BHyTpI/IHOHy]IHHI/IOHHOfI apXHTeKTOHH‘IeCKOﬁ TOMOTUIINN», B
paMKax OJJHOTO BHJa — O «BHyTpI/IBI/I[[OBOIl/)I apXI/ITeKTOHI/I‘{eCKOﬁ TOMOTU-
Tn», I Pa3HbIX BUAOB — O «Me)KBH[[OBOfI apXI/ITeKTOHI/I‘IeCKOﬁ TOMOTHU-
nun». CooTBeTcTBrE 00IIEl TOIOIOIMH PACIION0KEHU (PEHOB HEMEeTPHU-
YEeCKMX NPU3HAKOB Ha Yeperie OpeAesseTcss HaMK Kak «00Iast apXUTeKTO-
HUYECKast TOMOTHIIMS», UJIK O0Iast TOMOJIOTHSL.

3.1. TOMOJIOTUYECKHUE PA/1bI UBMEHYNBOCTU
PUCYHKA KEBATEJIbHOI IOBEPXHOCTH IIEYHBIX
3YBOB ITIOJIEBOK

3y6mHast cucteMa TPHI3YHOB IEMOHCTPUPYET MHOKECTBO TIPIMEPOB Tia-
pasesnusmoB (Boponios, 1966, 1967; Aramkansn, 1976, 2003; IleBbipeBa,
1976). ToMoTOTUYHBIE PSIIBI N3MEHYHBOCTH 3y00B MPOSIBISIOTCST Y MHOTHX
takconoB. B wactHoctr, H.H. Bopontios (1967) Bbiessis UX BHYTPH ceMeli-
ctBa Cricetidae mexny mpencraButenssmu moacemeiicts Cricetinae,
Gerbillinae, Nesomyinae, Microtinae (Arvicolinae), Myospalacinae, a takke
B cemeiictBe Muridae mesxny nogcemeiictsamu Murinae, Hydromyinae,
Dendromyinae, Cricetomyinae. OmipeziesieHHast CTeMeHD Mapayiein3Ma B
cTpoeHnu 3y60B HabJoIaeTes 1 MexIy camumu cemeiicrBamu Cricetidae u
Muridae, X0Ts BO3HMKAIOT CJI0KHOCTU B TOMOJIOTU3AIMU UX MOPdoIorndec-
kux cTpykTyp (Bopontos, 1966).

B aT0i1 cBSI3M CiIeyeT MOMIEPKHYTh, UTO B TTOCJIE/THUE TOBI TOSIBIISTIOTCST
MOJIEKYJISIPHO-TEHETHYeCKIe PAOOThI, HATleJIEHHbIe HA N3ydeHre Mopdorere-
THYECKHX TIPOIIECCOB, KOTOPBIE TO3BOJISIOT TIPEOI0JIEBAT CIOKHOCTH TOMOJTIO-
TU3AIUH 9JIEMEHTOB 3y0OB MPEICTaBUTEIEH PasHBIX ceMeiicTB rphi3yHOB. Ha-
mpumep, IOkka Ixxepusost u Mcaak Canmaszap-Ilnynan ¢ kosteramu (Jernvall
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et al,, 2000; Salazar-Ciudad, Jernvall, 2002, 2004) BriepBbie OCYIIECTBIIIN KOM-
MBIOTEPHOE MOJIETUPOBaHue MopdoreHesa 3y60B Mblteil 1 moseBok. OHu
ucnonb3oBanu [ IC-TeXHOJOTUH JIJIsT TOTO, 4TOOBI KAPTUPOBATD TATTEPHBI
TEeHHOIT 9KCcTIpeccri B (QOPMUPYIOIINXCS 3a4aTKax 3y00B, YIIoA001s1s1 Oy TOPKH
3y0OB TOPHBIM BEPIIUHAM, Kak 310 mpuHsATo npu noctpoernu TVIC. Tokasa-
HO, YTO IO MATTEPHAM HKCIIPECCUU TEHOB (KOHIIEHTPAIIUSIM MOJIEKY/ISTPHBIX
MIPOLYKTOB) MOKHO TIPEJICKA3ATH JIOKAIM3AIINIO GYTOPKOB 3yOOB ¥ UTO UMEHHO
Pas/IMUYKMAMUI B IIATTEPHAX FEHHON SKCIIPECUU MOKHO OOBACHUTH OCOOEHHOCTH
mpoTeKaHust MOpGoreHesa 3y60B TOJEBOK U MBITIEH.

Kak m3BecTHO, /7151 MbITITeil XapaKTePHO CYTPOTUBHOE U MAPAJIIIETb-
HOE pacIoJiokeHne GYTOPKOB, a JIJIs MOJEBOK MX JAMarOHAJbHbII C/[BUT,
MIPUBOJAIINIA K QJIbTEPHATUBHOMY Y€PEIOBAHUIO TPU3M 3y6a — TEHMO/[OH-
THU. 371eCh ciIenyeT J06aBUTh, YTO BHYTpH ceMelictBa Muridae, mpescras-
JIEHHOTO OTPOMHBIM YKCJIOM COBPEMEHHBIX U BBIMEPIIUX POIOB, TAKKE
BcTpedaoTes (GopMbl ¢ BeipakerHol TeHnonontreii (1llespipesa, 1976).

Camazap-Iluyzaan u xkepuBosa (Salazar-Ciudad, Jernvall, 2002) va
pUMepe MEPBOTO HUKHETO MeuHoro 3y6a m1 mokaszamnu, uto g0 16-ro maHs
GEepPEMEHHOCTH Y MBITIIEH U MOJIEBOK MOP(horeHe3 3y6a aMOPUOHA TPOTEKAET
OJIMTHAKOBO, HO Ha 16-i JIeHb Y TT0JIEBOK HAOIOAETCS IMATOHAIBHBII CIBUT
3a4aTKOB OYTOPKOB, COMPOBOKIAOIIIIICS 3aMETHBIM ITPOJIOTbHBIM BBITSITH-
BaHueM 3yba. HarrpoTus, y MbIIIIEil B 3TO BPeMsI Te ke OYTOPKH PACooKe-
HBI TTOYTH TTAPAJIIETHHO, U 3a4aTOK 3y6a BHITJISAUT Gosiee KOpoTkuM. Bee
GYTOPKY 3aKJIa/[BIBAIOTCS TTOCTE0BATENBHO, & CaM TIPOIECC HAYMHACTCS C
nepeaHero Kpas 3y6a. Tak, Ha 15-if ieHb pa3BuTus y Mbiiu Ha 3y6e m1
hopMupyeTest TOMBKO OAUH OYTOPOK, TPUYEM TT0 XapaKTePy dKCIPECCHr
(MHTEHCHBHOCTH OKPACKU YYACTKOB 3y0a MOJIEKYJISIPHBIM 30HIOM, MAaPKH-
pylomum 6enku) kiaouesbix renos (Fgfs u Shh), koropeie yuactByior B
opmupoBanuy smMasn 3y6a, BIIOJHE MOKHO MPEICKA3aTh MOSBICHUE BTO-
poro 6yropxka. B atot ke nepuoji 3y6 TOJEBOK TOKE UMEET OAUH CPOPMU-
POBaHHBII GYTOPOK, OJHAKO TTATTEPH IKCIPECCHU TeHOB (1O HHTEHCHBHO-
CTU CBEYEHUST MOJIEKYJISIPHOTO 30H/1a) TIOKA3BIBAET, UTO CIEAYIONTHIT GyTro-
POK yske OyJIeT CMEIIeH 10 OTHOIIEHHUIO K TIEPBOMY TI0 INAroHas . Takum
06pa3oM, CTEIUATBHO OKPANIIEHHBIE TEHHBIE TPOYKTHl HAMEYAIOT B 3a4aTKe
3yba Gymyiiee MecTo (hopMUPOBAHUST HOBOTO OYTOPKA, YTO MO3BOJISIET UC-
M0JIb30BATh ATOT (PEHOMEH JIJIsT BU3YATU3UITHU CIEITUMUKY TTPOTEKAHU S
Mopdorenesa 3y60B Y PasHBIX TAKCOHOB.

Camaszap-Ilnyzan u Jxeprsosn (Salazar-Ciudad, Jernvall, 2002) pas-
paboTanu MaTeMaTHYECKyo Mojiesib MopdoreHesa 3y6a, COrJiacHo KOTopoii
HeGOBINNE IEPECTPORKY U M3MEHEHUsT PaBGOThl TEHHOW CETH Yepe3 B3au-
MojeiicTBre akcnpeccun reios BMP u Shh nossosnn ommcars u 06bsic-
HUTH MOSIBJICHNE PA3JUuuii B MOPHOIOTHY AeDUHUTHBHBIX 3yOOB MbITIEH
n nonesok (puc. 3.1).



ITTABA 3. TOMOJIOTHYECKAS HBMEHYMBOCTD MOP®POJIOTUYECKHX ... 77

a 9]

Byropku (N)

3a4aToK NO34HUMN

3yba paHHu

==

" 2000 4000 6000 8000 14 15 16 17
WNtepaumns mogenu OMBpPUOHanbHBIN AeHb

Puc. 3.1. Cpasnenue npedckasannvlx Mo0envio 2eHHoll sKcnpeccuu (a)
U IMNUPUUECKU HAOII00AeMbIX 3A8UCUMOCTEll Mopdozenesa byzopkog 3y6os (6)
y noneeok (1) u mvuueii (2) 6 ambpuozenese

C moMoMnIbio TaKOH MOJIEIM MOSKHO TEHEPUPOBATH Pa3Hyio MOPQOJIO-
U0 3y0OOB TyTeM U3MEHEHUsT CKOpocTel uddy3uu COOTBETCTBYONTIX Gel-
KOB. HeGoJIbIIOTo MpUpalieHnst CKOPOCTH POCTA JTUHTBAJIBHOTO 9JIEMEHTA 3a
cuet GOJIBIIETO JIOKATLHOTO CBSI3BIBAHUST MHTHOUTOPA POCTA JTOCTATOUHO JIJIsT
KOPEHHOTO M3MeHeH U MopdoreHesa 3y0a MoJIEBOK 10 CPaBHEHUTO ¢ MbITIIa-
mu. Kpyrsbie Mopdosorndeckre H3MeHEHUsT MOTYT OBITh MOJTYUEHBI 38 CUET
HeGOITBIINX U3MEHEHUHT HAYaTbHBIX YCIOBHH, T.€. HEMTHHENHO.

[Ipyroii BBIBO 3 JAaHHOHM MOJIEJTN 3aKJII0UaeTCs B TOM, YTO BCe KJIeT-
KM MOTYT HAYaTh [IPOIECC PA3BUTHUSI C OHUM ¥ TEM Ke HabOPOM «HHCTPYK-
1IUiT», HO B Pe3yJibTaTe B3aUMOJICHCTBUS KJIETOK BO3HUKAIOT crieiuduiec-
Kue WHCTPYKIUHU. Mojiesib TakKe TTPEe/ICKAa3bIBAET, UTO HEKOTOPbIE TUIIBI
3y0OB JIOJKHBI TIPETEPIIEBAT OTIPE/IeIEHHbIE SBOJIOIMOHHBIE TPaHc(hopMa-
UK ¢ GOJIBINE BEPOSITHOCTBIO, YeM pyTue. JlaHHbIi MOAX0/] BeChMa HHTe-
PECEH ¥ MEPCIEKTUBEH W MOKET CIOCOOCTBOBATH PEIIEHUI0 MHOTUX MTPO-
6J1eM TOMOJIOTU3AIIY TE€X WK HHBIX CTPYKTYP, OMUPAsICh Ha U3YUEHUE TIaT-
TEPHOB IKCIIPECCUN TEHOB U MOJICIMPOBAHUE Ha 9TOI OCHOBE MOpdoreHe-
TUYECKUX SBJICHUM.

B neUHUTHBHOM COCTOSTHUH TEUHBIE 3YOBI TIOJEBOK OTIHYAIOTCS
CJIO’KHOW CTPYKTYPOH, COCTOAT U3 JIGHTUHO-3MaJIEBBIX TTPU3M, HO TTPH TIPO-
pe3bIBaHNH, O06HO 3ybaM APYTUX MIEKOMUTAIINX, UMEIOT OyropuaToe
ctpoenue. [Toce mepexoa K cCaMOCTOSATENBHOMY TTUTAHUIO B TIPOTIECCE
CTUPAHUS BEPIIMH OYTOPKOB HA JKEBATEJNbHOI MOBEPXHOCTH 06pasyeTcst
CJIO’KHBIN PUCYHOK, COCTOSITIINI 13 KOHIIEBBIX 9MAJIeBbIX METeJIb U Yepey-
FOIUXCST TPEYTOTBHUKOB. OCOOEHHOCTH CTPOEHUSI Pa3HbIX 3yOOB SIBIISIIOTCSE
IMArHOCTUYECKUMY TTPU3HAKAMU MHOTUX BUJIOB TojiceMeiicTBa. OHAKO
ob1iensBecTHa MOPHOTUTTHYECKAST HBMEHUYUBOCTbD, XapaKTepHast B O0JIbIeit
crerenu /Ui iepBoro HukHero (m1) u Tperbero Bepxuero (M3) MosisipoB
(Rorig, Borner, 1905; Hinton, 1926; Orues, 1950; Zimmermann, 1956; Ma-
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neesa, 1972, 1976; Aurepmann, 1973; Epemuna, 1976; Bacuibesa, 1978a, 0;
CwmupnoB, Bacuibes, 1978, 1979; Boabirakos u zip., 1980; Kpykosep, 1989;
[Mozaugkos, 1993, 2003; [Tosauskos, Jlutsuuos, 1994; Kosanesa u np.,
2002; u 1p.). 3aMeTHM, YTO B IAHHOM CJIyYae U B JajibHeieM Mbl OyeM
MPUIEPKUBATHCS OYKBEHHO-IIU(MPOBOTO KOA st 0003HAUEHUST MIEUHBIX
3y60B noJsieBok, npuHsaToro A.C. Tecakosbim (2004).

[Tpn onmcanny N3MEHYMBOCTH Pa3Hble aBTOPBI CTPEMUINCH TI0-CBOe-
MY YIOPSIOUUTH HAOI01aeMoe pasHooGpasue (POPMBI i CTPYKTYPbI 3yOOB.
Hauunnas ¢ pabot Pépura u Bépuepa (Rorig, Borner, 1905), ais onucanust
U3MEHYUBOCTU TPEThero BepxHero 3y6a (M3) BBIAEISIOT Psiji KAUECTBEH-
HBIX THIIOB KEBATEIbHON MOBEPXHOCTHU, OTPAKAIOIINX €€ OTHOCUTEIHHYIO
cnoxcrocmyv: hopmbr simplex, typica, duplicata u variabilis. ITpu atom yuu-
TBIBAETCS YCJIOKHEHNE TIOCTIeHENH HellapHOU meTin 3y6a («IISITKU», WK
Tajl0Ha) 3a c4eT (POPMUPOBAHUS JTOTIOJTHUTEIBHBIX 3yOIIOB Ha €€ BHYTPEH-
Helt (JIMHTBAIBHOW) 1 HApY KHOI (OYKKaJIbHOW) cTOpoHaX. PeasbHoe pas-
HOOOpasue pucyHka M3 0OBIYHO HE MCYEPIIBIBACTCS STUMU YETHIPbMSI
KJIACCUYECKUMU BaPUAHTAMU, TOITOMY K Kbl NCCJIE0BATEID IJIsT OITHCA-
HUSI HATMYHOTO Pa3HOOOPa3ust, Kak IPAaBUIIO, BBOJIUT JOTIOJHUTETbHbBIE
KJIACCHI, KOAUPYEMbIE CIIENMATBHBIMU YUCTOBBIMU (hOPMYJIaMH, OTPAKAIO-
InMn 061_[[66 YUCJIO BBICTYIAIOMINX 1 BXOJAIINUX «YTJIOB» C O6eI/IX CTOpPOH
3y6a. IToMrMo 00IIell CJI0KHOCTH JKeBaTeTbHOU MOBEPXHOCTH, OTPAKAIO-
et cyMMapHyIo JIJTUHY PEXYIIEro Kpast IMain 3a c4eT (OPMUPOBAHUS
BXOAMINX W BBICTYTIAIOMNX YIJIOB, U3SMEHYNBOCTDH SY63 TPOABJIAETCA TaK-
JKe B PasIMYHbIX KOMOWHATIMSX CIMSIHUI U Pas/ieIeHIil J€HTHHOBBIX MPO-
CTPAHCTB, OTPAHMYEHHBIX SMAJIEBBIM OOPIIOPOM.

[Ipu omrcanny N3MEHYUBOCTH APYTHX 3yO0B B 00TIEM TIPUMEHSTIOTCST
Te ke KpuTepui. JIJist mepBoro HikHero 3y6a (m1) usBectHa KOHUTYpa-
st «maskii», XapakTepusymoIascs «OTIHYPOBKOI» TOJOBKHU TepeHel
HETapHON TeT/IK B pe3yJibTaTe Pa3BUTHS IJIYOOKUX CUMMETPUYHO Pa3BH-
TBIX Ha HAPY’KHOI 1 BHYTPEHHE CTOPOHAX 3y0a BXOIAIINX YIJIOB U COMPHU-
KOCHOBEHUST UX HMAJIEBBIX CTEHOK. B psizie ciydaeB MpoCTO MCIIOIb3YIOTCS
Ha3BaHMS BapPMAHTOB, XapaKTePHBIX /I OTAETbHBIX BUIOB: «agrestis» n
«radnensis» — st M2, «gud», «nivalis» u «oeconomus» st m1, «<exul»
a1t M1, HekoTopble U3 9THX 0COOEHHOCTEN CTPOEHUS TAKKE IIPUMEHSIOT-
CST KaK TAKCOHOMUYECKUE TIPU3HAKU, HATIPUMED «0eCONOMUS» UJTH «ITHTH-
MUCHO€ CJUSTHIE», OTHAKO ¢ HEBLICOKON 4aCTOTON OHU BCTPEYAIOTCS U Y
Apyrux Ou3KuX BUAOB. [LOCKOJIBKY XapaKTepHbIe JJIsT OJHUX BUIOB (Hop-
MBI 3y00B BCTPEUYAIOTCS U Y IPYTUX TAKCOHOB, IEHCTBUTENHHO MOXKHO TOBO-
PUTH O CYIECTBOBAHUUN MMaPaJJIEJIbHBIX TOMOJIOTUYECKUX PA/IOB USMEHYN -
BOCTH 3y0OB ¥ TIOJIEBOK.

YcraHOBIEHBI KaK reorpaduveckie, TaK U BPeMEeHHbIE TPEHIBI MOP-
(orunmueckoit UIBMEHUNBOCTHU Y PA3HBIX BUIOB. B TO JKe BpeMst HEOTHOK-
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PaTHO MOAYEPKUBATIOCH, YTO B CUJIY OOJIBINOI (DYHKIIMOHATBHON HATPY3KH,
CBS3aHHOM C IIPOIECCOM MEXaHMUECKOTO U3MeJIbYeHHs OOMbIINX 00HEMOB
KJIETYATKOBOTO KOPMa, CTPYKTYpa 3yOOB MOABEPIKEHA TTAPAIIIIETbHBIM 9BO-
JoIMoHHbIM n3Menennam (Boponios, 1967; Illessipesa, 1976; Novacek,
1992; Sanchez-Villagra, Williams, 1998; Arajkanss, 2000).

PaszHble BUBI ¥ POJIBI TIOJIEBOK JIEMOHCTPUPYIOT TTAPAJIETbHBIE PSIIbI
MOPGOTUMUIECKON U3MEHUMBOCTH 3yOOB, IPUYEM €€ CUCTEMHBII XapakTep
00y CJIOBIIBAET BOSMOKHOCTD HAXOUTh 3aKOHOMEPHBIE TIOBTOPEHUS Y pa3-
HBIX TaKCOHOB B BU/e pepPEeHOB TpaH3UTUBHOTO noanmMophusma C.B.
Meiiena (1988). [1o namemy MHEHWIO, B IAHHOM CJiydae TapaJljieIn3M U3-
MEHYUBOCTH CBUJIECTEJBCTBYET HE O KOHBEPTEHTHOM CXO/ICTBE, a O COXpaHe-
HUU CHCTEMHBIX CBOVCTB Pa3BUTHUSI NP TUBEPreHInU (DOPM, OCHOBAHHOM
Ha YHACJIeIOBAaHUN UMU UCXOHO OOIIEl SMUTEHETHUECKON CUCTEMBI.

OnHUM U3 TTEePBBIX MPSIMBIX YKa3aHUil Ha CYNECTBOBAHNE NMEHHO
TOMOJIOTHYECKUX PSIZIOB B UBMEHUNBOCTH CTPOCHUSI TIEUHBIX 3yOOB mMoJie-
BOK, B moHnMannu H.V. BaBuiosa, cTasa ynoMmsiHyTas HaMu paHee CTaTbs
P. Aurepmant (1973). B a1oii paboTe pacCMOTPEHBI B CPaBHUTETHHOM TLJIa-
He BAPUAHTHI CTPOEHUS JKEBATEIbHON MOBEPXHOCTU MOYTU BCEX MEUHDBIX
3y60B y psilia BUJIOB TIOJIEBOK OJIM3KUX ponos Microtus u Chionomys n 00-
Hapy>KeHbI CXO/IHBIE MTPOSIBJICHUS CTPYKTYPHOI U3MEHUMBOCTH (TIapaJiie-
JIN3M) y pa3HbIx BUZOB. [loydeHnble KOTMYeCTBEHHbIE JTaHHBIE TO3BOJIH-
JIVL CJICTIATH BBIBOJL O TOM, UTO PEAKKE Ui OMHUX (hOPM BAPUAHTHI, OOBIUHbI
must apyrux. [To Hamemy MueHuio, B 9Toil pabote hakTidecku 6bLIH MPojie-
MOHCTPUPOBAHBI IPOSIBJIEHUS [IBYX 3aKOHOMEPHOCTEI, KOTOPBIE CJIe-
IyeT CBsI3aTh C 3aKOHAMU roMosiorndeckoii usmenuynBoct H.1. BaBuiosa
n H.II. Kpenke B ux ucronxoBanun C.B. Meiienom (cm. rmaser 1, 2). C ox-
HOI1 CTOPOHBI, MOKHO BBIUJIEHUTh HECKOJIBKO CXOIHBIX CTPYKTYPHBIX CO-
CTOSTHUH B CIIEKTPE M3MEHYMBOCTH KOHKPETHOTO 3y6a, BBICTYMAOIIETO B
TaHHOM CJIyYyae B KaueCTBe OTAEJbHOTO TIPU3HAKA, U TIOCTPOUTD PSIZl €T0
CTPYKTYPHBIX TpaHchopManuii (MepoH), a ¢ APyToi, 0GHAPYKUTH TTapa-
JICJTBHBIE PSAJIBI CTPYKTYPHBIX KOMIO3UIMH TOMOJIOTHYHBIX 3y60B (pedpe-
HBI), IPE/ICTABJIEHHBIE C PA3HON TIOJHOTON U YaCTOTON BCTPEUAEMOCTHU Y
Pa3HBIX BUIOB. B 11e710M TTOKa3aHO, YTO BU/BI MOJEBOK OTJINYAIOTCS HE
CTOJIbKO HabOpaMU BAPHAHTOB JKEBATEJIBHOM MOBEPXHOCTH, CKOJIBKO Mepe-
pacrpejiesieHueM UX YacTOT U CIeMGUIHOCTHIO JOMUHUPYIOMIIX (DOPM.
ITUM GBI TPOJEMOHCTPUPOBAH KOJTMUYECTBEHHDIH XapaKTep pasiuduii
MEKIY Pa3HBIMU BUIAMU.

[Tpu onvicaHuU UBMEHYUBOCTH 3yOOB MIPUHITO BBIIEJATH «MOPHOTH-
TIBI», TTOJ] KOTOPBIMHU OGBIYHO TIOHMUMAIOTCS OTIPE/IEIEHHbIC BAPUAHTHI UX
CTPOEHUST MJIM KOMIIO3UIIMH 9JIEMEHTOB CTPYKTYPhI MX KeBaTEIbHON O-
Bepxuoctu (Maneesa, 1972, 1976; Boabiakos u ap., 1973, 1975, 1980;
Bacuibesa, 1978a,0; Kpykosep, 1989; Ilosausakos, 1993). IIpu atom dop-
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Ma JKeBaTeJbHON TOBEPXHOCTH PACCMAaTPUBAETCA KaK coYeTaHue OTHOCH-
TeJTbHO HE3aBUCUMBIX BapUalliii TPU3HAKOB, YaCTh U3 KOTOPBHIX NMeeT KO-
JIMYECTBEHHYIO MIPUPOY U3MEHUYUBOCTH, & IPyTast MOKET OBITh MPe/ICTaB-
JieHa IUCKpeTHBIMU cTpyKTypamu (Bacuibesa, 1978a,6). Coueranue pas-
HBIX KOJIMUECTBEHHBIX PSI/IOB BAPHUPOBAHIS MOKET OOECIIEUUTD JIJist KOHK-
PeTHBIX 3yOOB MPOSIBIIEHIE AUCKPETHOCTEN BTOPOTO MOPSIKA — MOP(OTH-
noB (bosbirakos u zip., 1980). ITo crenenu ckoppesMpOBaAaHHOCTH MTPU3HA-
KOB MOJKHO OI€HUTD, SIBJISETCS JIN MPOSIBJICHNE MOP(OTHUTIOB CIIydalilHBIM
coueTaHMEM Bapualluii MPU3HAKOB (TOT/Ia KOPPEJISAIus OyeT peHeOpesKi-
MO MaJia) WJd, HalPOTUB, TPU HECTYIATHOM COUYETAHUW TTPU3HAKOB MOP-
Gotum MoxeT paccmarpuBatbes Kak «Mopdas. B mociemnem ciaygyae mop-
oTuI cam cTaHOBUTCS euHKIEH HAaGI0aeMON U3MEHYNBOCTH, 2 HE code-
TaHWeM CJIyYallHbIX TEeHJEHINI Pa3HbIX IPU3HAKOB. B HAMmMX nccienoBa-
HUSX MbI He CTAIKUBAJIUCH C T€M, YTOOBI MOP(OTHUIIBI B CTPOTOM CMBICJIE
SIBJISLIACEH «<MOP(haMU», TO €CTh JKeCTKO CKOPPEJUPOBAHHBIMUA COUECTAHUSMU
Bapuanuii npusHakos (Bosbinakos u ap., 1973; Bacuibesa, 1978a,6; BoJib-
mrakoB u ap., 1980). Yate BerpevaeTcst OM3K0€E K CIydaiiHOMY MPOSIBJIE-
HUTO HAJIOKeHUE TEHACHIIUI N3MEHYNBOCTH PAa3HbIX TPU3HAKOB. Tem He
MeHee TaKue KOMIO3UIUU (KOMOWHAIIMY COCTOSTHUH PasHBIX MTPU3HAKOR),
HEeJIb3sT TPU3HATH MOJTHOCTBIO CIYUIAHBIMU COYCTAHMSMU.

[Tpu cpaBHEHUM TEOPETUIECKUX U SMITUPUIECKUX YACTOT MOP(OTHUTIOBR
M3, moCTPOEHHBIX TI0 cOueTaHUSIM (KOMIIO3UIIVIM ) 3aMKHYTHIX IEHTHHOBBIX
rosieil y IeMMUHTOBUIHON mosieBku Alticola lemminus w3 okpecTHOCTEI T.
[TeBek, HaMU OB OOHAPYKEHBI HEKOTOPBIE OTKJIOHEHUSI OT CIy4aiiHOI
KOMOMHATOPUKM TIPU3HAKOB. [11s Kaxkaoro 3yba (n = 79) Mbl aHaIM3MPOBa-
JIN KOMITO3UIIUU MECT CMBIKAHU (TIePEeMbIYeK ) OIMATH, PASAETSIIONINX IEHTH-
HOBBIE TOJISE, IS KaYKIOW TEePEMBIUKH GBI BHIYUCICHBI BEPOSATHOCTH MPO-
ssaenvst (p = k/n, riae k — uncsio 3y608B ¢ JTaHHO#T TIEPEMBIYKOM, 8 N — YKCIIO
U3y4YeHHbIX 3yOOB) U He IposBaeHus (q = 1 — p) 1IeCTH BO3MOKHBIX B JaH-
HOM cJiyuae repeMbruek. [IponsBeenre BeposiTHOCTEH TPOSBIEHUS U He-
MPOSIBJIEHUST KOHKPETHOTO HAOOPA U3 TECTU TEPEMBIYEK [IJIsT OTIPEIETIEHHON
UX KOMITO3UIIMH [TO3BOJIUJIO BEIYUCIUTH TEOPETUUECKYIO BEPOSITHOCTD TIPO-
SIBJICHUST OTIETBHBIX MOP(OTUTIOB KaK CIydaifHOE cOYeTaHne JAHHOTO Habo-
pa iepembruek (Mopdoruna). CpaBHUBas pEaTbHYIO U TEOPETHYECKYIO BEPO-
ATHOCTHU MPOSIBIICHUST KOHKPETHBIX MOP(OTHUIIOB B BHIOOPKE, MOKHO OBLIO
OIIEHUTD CTETIEHb X COOTBETCTBUS JPYT APYTY.

Pacyers! mokasam, 4To 7151 MHOTHX MOP(MOTHIIOB TeOPeTUYeCcKast 1
AMIIIPUYECKast BEPOSITHOCTU XOPOIIIO coracytorcest. Hanpumep, Bapuant ¢
ISITHIO IEPBBIMU TIepeMbIYKaMu M3 1 CIIUSTHIIEM OCTABITUXCST 2JIEMEHTOB
TaJIOHA B OJTHO JIeHTHOBOE MoJie (Mopdorutt ¢ hopmyaioit [-1T-TTT-IV-V),
TEOPETHYECKHU JIOJIKEH OBLIT TPOstBUTHCS B 9.7 ciryuaes, a Berperuics y 10
DK3EMILISIPOB 3y00B. MOPMOTHUII ¢ YeTHIPbMSI IIEPBBIMU HepeMbrakaMu [-11—
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IT1-1V, umeronuii cimroe obiee JeHTUHOBOE T10JI€ Tal0HA, TEOPETUYECKU
noJKeH ObLT TIPosiBUTHCsT y 18.6 3y60B, a Betpeuen y 19. Mopdorur ¢ Tpemst
nepBbiMu riepeMbrakamu [-1T-T1T teopetudecku oxuzpancs y 11.4 3y6os, a
obuapyskeH y 13. OqHako B psiie ciydaeB 0OHapysKeHO PacCcOrJIacOBaHUE Te-
OPETUYECKUX U IMIMPUIECKUX BEPOSITHOCTEN MPOSIBJIECHUS MOP(OTUTIOB.
Tak, BapuanT [-1I-III-1V-V—-VI ¢ tosiHO#1 OTITHYPOBKOIT BCeX CEMH JIeH-
THHOBBIX TI0JIEH TEOPETUUECKU J0JIKEH ObLT ObITh y 3.96 3y60B, a HalieH y
12, 1.e. nposiBisiicst B 3 pasa vaite. Harporus, mopdorur [-1T-TTI-1V-VI
€ OTCYTCTBUEM IISITOI TIEPEMBIUKH TEOPETUUECKU JIOJKEH ObLI IPOSIBUTHCST Y
7.63 3y00B, a HaiilieH y 4, TO eCcTh MOYTH B 2 pasa pexe. Beero B a10it BBIGOP-
ke ObLI0 HaiijeHo 16 Mop(OTUIIOB, BBIAENEHHBIX KaK KOMIIO3UIUKA B3AUMHO-
O PACIIOJIOKEHIST 3AMKHYTHIX IEHTUHOBBIX TT0JTeil. CpaBHEHIE TeopeTnIec-
KUX U OMITUPUYECKUX YACTOT MOP(MOTUTIOB 1O KPUTEPHIO XM-KBAIPAT BLISIBH-
JIO CTAaTUCTHYECKU 3HAUNMBIE pasanuust mexay numu (y? = 27.3; d.f. =7,
p <0.001). 310 03HAUAET, YTO, HECMOTPSI HA XOPOIIIee, Ha MEPBBIN B3IJIsI]L, CO-
OTBETCTBUE TEOPETUYECKUX U IMITMPUIECKUX YACTOT MOP(OTHUIIOB, TPAKTY-
eMoe KaK CJIy4aifHoe HAJIOKeHUe BEPOSTHOCTEN MPOSIBJIEHUST TPU3HAKOB,
uHoT/A HabJo1aeTcst MO0 MOBbBIEHHAsT, THOO 3aHKEHHAST UX Peajn3aliis.

[Tpu anasoruyHOM CpaBHEHUN IMIIUPIUIECKUX 1 TEOPETUUECKU BBIUUC-
JIEHHBIX 9acTOT MOPGhOTUIIOB M3 y 1M0IeBKU-9KOHOMKH, TIOCTPOEHHBIX 110
TOMY JK€ TIPHHIIUILY, OKa3aJ0Ch, YTO OHU TAKKE BO MHOTUX CJIYJasIX XOPOIIO
COOTBETCTBYIOT JPYT APYTY (TEHIEHIIMS CIyYailHOTO HAIOKEHUST COCTOSTHU
npusHakoB). OHAKO, KAK ¥ B IIPEbIIYIIEM CIydae, YUCJI0 IMITUPUIECKH HA-
6umio1aeMBbIX 3y6OB ONIPe/IeIeHHOr0 MOP(MOTHITA WHOT/IA [TPEBBIIIAET TEOPETHU-
YeCK! BO3MOKHOE (TEeHIEHIINS K TIPOSIBJIEHNIO MOPQOTHIIA KaK «MOPdBI» ), a
B JIPYTUX CIIyYasix, HAPOTUB, HABII0aeMOe B PEaIbHOCTH YUCIIO 3yO0B OT-
JeTTbHBIX MOP(OTUIIOB OKA3bIBAETCST HUKE TEOPETUUECKOTO (TEHIEHITH K T10-
JIABJIEHUIO MTPOSIBIIEHNsT MOPDOTHIIA KaK «MOP(dBI» ). B 11e710M pasnuuns mesk-
Iy TEOPETHYECKUMHU ¥ ITUPUIECKUMU YACTOTAMU MOPMOTUIIOB 110 KPUTEPUIO
XHM-KB3JIpaT OKa3aINCh Tak)Ke cratuctudecku 3uaunumbivu (p < 0.01).

Takum 06pazom, B 060UX cirydasx HaBII0MAeTCs HEKOTOPas 3aperyJin-
pPOBaHHOCTH (heHOTUTIMYECKON peanusaiiuu MopdoTumos. Habmomaembie
OTKJIOHEHUSI OT CJIYIallHOTO TIPOSABJIEHUS MOTYT GbITh 00YCJIOBIECHBI PEry-
JagTopHbIMU (hakTopamu Mopdorenesa. OrnpeseseHuble MOPPOTUIIBI OKA-
3BIBAIOTCS] HECKOJBKO O0JIee «IIPEATOUTUTENbHBIMU» KOMITO3UIUSAMU B
xojie MoporeHesa, a pyrie, HAIPOTUB, PEATUIYIOTCSI PeKe, YeM TIPU CJIy-
YaiTHOM IIPOIIECCe, B COOTBETCTBUY C UCXOAHBIMU 3a/[aHHBIMU BEPOSITHOC-
TSIMU TIPOSIBJIEHST 9JIEMEHTAPHBIX CTPYKTYPHBIX BapHaIUil. ITO YKA3bIBAET
Ha HECJIyYallHbII B I[€JIOM XapaKTep COYETAHHON U3BMEHYNBOCTU [IPU3HA-
KOB, HO B TO K€ BPeMsl HeJJOCTATOYHO 3aKOHOMEPHBII U YCTONYMBBIN 1151
TOrO, 4TOOBI cuUTaTh MOPGHOTUIIBI PA3HBIMI MOP(haMU, a He CIydail HbIMU
COYETAHUSIMU BapUAINil TIPU3HAKOB.
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B aTo11 cBSA3M TIpeicTaBASIeTCS BO3MOKHBIM TOBOPUTDH O TIPOSIBJICHUN
«aTTPAKTUBHBIX», «/IETTPECCUBHBIX> U «CYPECCUBHBIX» MOPGhOTUTIOB. Ya-
CTOTA TIPOSIBJIEHUS ammpaxkmuénvix MOP(hOTHUTIOB CYIECTBEHHO BhITIIE, YeM
[IpH CIyYallHOW peasiu3allii, a 0enpeccusHbix— CyIeCTBEHHO HiKe. [Ipu
PE3KOM M3MEHCHUN BHYTPEHHUX 1 BHEITHUX YCJIOBI/Iﬁ Pa3BUTUA UHOT A
MOTYT TOABUTHCS MOp(bOTI/IHbI, KOTOPbI€ B HOPMAJIbHBIX YCJIOBUAX HUKOT/Ia
He TIPOSABATCS, T.€. cynpeccushule (3anpenieHabie) MophOoTHITBL. VMeroTcs,
CJIENIOBATENIBHO, U KOMOUHAMUBHbLIE MOPMOTHIIBI, OTPAKAIOIINE CIyIallHOE
coueTaHue M HAJIOKEHUE BAPUAIINU OJIHUX TIPU3HAKOB HA JIPYTHE, KOTOPBHIE,
KaK MOKa3bIBAIOT HAIIW TTPE/IBAPUTEIbHBIC PACUETHI, YNCIECHHO 3aMETHO
peobIaialoT B BBIOOPKAX y Pa3HBIX BUIOB.

MBbIciib 0 HeOOXOAMMOCTH TIOCTPOEHUST KOMOMHATHBHON PEIIETKH PH-
3HAKOB JIJIsT OITUCAHUS PA3HOOOPA3Ust MEPOHOB HEOTHOKPATHO BBICKA3bIBAIACH
C.B. Meiienom (1978, 1988) u nanee pazsuBasach 10.B. Haiikosckum (1990)
u 10.B. MamrkaesbiM (2004). Dta ke uzest coueTaHus BapUaIliy Pa3HbIX TIPHU-
3HAKOB JIJIST CDAaBHUTEIBHOTO OIUCAHUST NU3MEHUYNBOCTHU OBLJIA HE3aBUCHMO
copmysuponana E.E. Kosanerko u N.10. [Tonossim (1997) kak «HOBbII
TIOAXO K aHAJIN3Yy CBOIICTB U3MEHUYUBOCTU> U OIIEHKH! TTOJTHOTBI pean3alinm
coueranuii mpusHakoB. Mol panee (Bacuibesa, 1978a) takske npepiarain
WCTIOJIb30BATh PENIETKY COUETAHUS JIBYX MPU3HAKOB: CKJIAIIATOCTH W YUCJI
3aMKHYTBIX JIEHTUHOBBIX MOJIEH TI0 OTHOIIEHUIO K MOPdOTUTIaM 3y00B.

CiieryetT OTMETHUTD, YTO BCE ATU CXEMBI HATJISIHBI U yOOHDI JIJIsT
CPaBHEHUS CTETICHN PeaU3alni pasHooOpasus (heHOTUTIOB KaK COYCTAHMIT
npusHakoB. OIHAKO, KAK HAM TIPEICTABJSIETCS, 3TO JUIIb MTEPBBII ATAI B
COYeTaHHOIT XapaKkTepucTuke MOpMOTUTIOB. /|ByMepHOi CXeMBI, TT0-BUIU-
MOMY, HEIOCTATOYHO [IJIsT YAOBJIETBOPUTEIHHOTO PEIIeHMs dTOH 3a1auH,
MIOCKOJIBKY TpeOyeTCst He IByMepHast, 2 MHOTOMEPHAsT OPAWHAIIS U3MEH-
YUBOCTH TIPU3HAKOB. B maspHeiiemM B MOCAEAYIONNX TIaBaX MBI TIOAPOO-
HO OCTAaHOBUMCS UMEHHO HA 9TOM MHOTOMEPHOM MOX0/Ie TPUMEHUTETHHO
K XapaKTePUCTUKE COYETAHHOIN KOMITO3UITMOHHON M3MEHYMBOCTHU TIPOSIBJIE-
HUsT (peHOB HEMETPUUYECKUX MTPU3HAKOB Uepera.

TakuM 06pa3oM, U3MEHYUBOCTD TIEYHBIX 3YGOB TIOJEBOK MOYKHO OT1e-
HUBATh [0 HECKOJIBKUM HE3aBUCUMBIM HATIPABJIEHISIM WA «<MEPOHAM» TI0
C.B. Meiieny. ITepBoe u3 HUX — 001as CIOKHOCTD, UIU «CKJIALIaTOCTh>
(Tepmun npeuioxken Hamu copmecTHo ¢ B.H. Boabmakoseim). Crianya-
TOCTH KEBATeJbHOI TTOBEPXHOCTU B CBOIO OYePeb PACIIAIAeTCs Ha JIBE
KOMITOHEHTBI: BHYTPEHHEI U HAPYKHOI cTOPOH. TpeThe HaNpaBJIeH e CBSI-
3aHO ¢ KAYeCTBEHHBIMU M3MEHEHUSIMHU PUCYHKA B 3aBUCHUMOCTHU OT (hUKca-
MU MECTOTOJIOKEHUST TOYEK COMMKEHNST IMATIEBBIX CTEHOK 3y6a, MPUBO/Is-
1ero K creruduueckoii KoHpurypanu o6beANHEHNS ICHTHHOBBIX MOJIEH.
Kaxmoe mosroxkeHne BO3MOKHOTO CMBIKAHUS dMAJTU U MOSIBJIEHUS TIepe-
MBIUKH, Pa3eisdioNieil TeHTUHOBbIE TI0JIsI, IBJISETCS COOTBETCTBYIONUM
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MPU3HAKOM, 2 CAMO CMBIKaHUE AMAJH WJIH OTCYTCTBUE TAKOBOTO MOJKET
paccMaTpuBaThCs Kak COCTOSTHUE TTPU3HAKa — (heH.

s M3 B UI3MEHUMBOCTH BHYTPEHHE!N CTOPOHBI MOKHO BBIJIEJIUTH
HECKOJIBKO Tpaalinii (KJacCoB WM COCTOSHNI) B 3aBUCUMOCTH OT pa3Ma-
Xa USMECHYMUBOCTHU U Heﬂeﬁ KOHKPETHOTO MCCJIeIOBaHUA. 3meHunBOCTD
Hapy>KHOU CTOPOHBI, KaK TTPABWUJIO, CBOAUTCS K MOSIBJIECHUIO JTOMOJHUATEb-
HOTO (YETBEPTOT0) BHICTYMAIONIETO YTJIa, YTO COOTBETCTBYET (hopme
«duplicata» Pépura u Bépuepa (Rorig, Borner, 1905), o1HaK0O y HEKOTOPBIX
$opm MoxkeT hopmupoBarbes ernie OJuH (TISAThIH ) BBICTYIAONINN YToJl Ha
HapysKHOU cTopoHe 3y6a. CIUTOCTD JIEHTUHOBBIX 1M0JIeil MOKET OBITh OXa-
PaKTEepPU30BaHA MPU yUeTe CAyYaeB CAUSHUN U Pas/ieIeHnil 10 TOMOJIOTH-
3UPOBAHHBIM TOUKAM (apPXUTEKTOHUYECKN MHANBUIYATN3NPOBAHHBIM ).
[Tpu Takom moaxo/e cucteMa MOPGOTUTIOB CTAHOBUTCS MHOTOMEPHOM.

Tak, ecT pacTioNIOKUTH BbIIeJIEHHBIE MOP(OTHUTIBI HA TIOCKOCTH, TTIe
1o ogHOi ocu (X) yYUTBIBATH CKJIAIATOCTD JUHTBAJBHON CTOPOHBI, TTO
Bropoii (Y) — 6ykKa/ibHOIL, a 0 BepTukaiu (Z) — CAUSHIE 3aMKHYThIX
AE€HTUHOBBIX IPOCTPAHCTB, TO MOJYYUTCSA HEYTO BPO/I€ MTPAMOYTOJTBHOTO
cioeHoro upora. [Ipu aTom Jid afeKBaTHOTO OMMCAHUs MOPGhOTHITIHYEC-
KOTO pa3HOOOPa3us TPEXMEPHOTO TIPOCTPAHCTBA OKAKETCS TAKIKE HEJIOCTa-
TOYHO, TaK KaK TOUKH «IIePEKIMa» JKEBATEIBHON MOBEPXHOCTH BAPbUPYIOT
OTHOCHUTEJIDbHO HE3ABUCUMO APYT OT JIpyra B KOM6I/IHaTI/IBHOM pexXnMe, 94To
MIPUBOJIUT K BO3PACTAHUIO MEPHOCTH MOP(OTUTTMUECKOTO MMPOCTPAHCTBA 1
HEBO3MOKHOCTH €T0 HEeMOCPE/ICTBEHHOW TTOJTHON BU3YaIN3aIlNH.

Ecmm ncnorb3oBath JaHHYIO MOJIEND JIJIs BBIJIEJIEHIS MECTH Tpajia-
U CKJIA9aTOCTH BHYTPEHHEH cTOPOHBI (OT HECKOJIBKO GoJiee TIPOCTOH,
yeM f. simplex — ultrasimplex, 5o f. complex) u aByx — ¢ Hapy:xHOiT (HaIU-
gyue npustaka f. duplicata u ero orcyrcTBHe), TO YMCIO «MOPHOTUIIOB
CKITamIaTocTn» OyaeT paBHbim 12.

[Tpu MOJHOCTHIO CyYalHOM KOMOMHUPOBAHUHU TOYEK TIEPEKUMa —
repeMblyeK, KOTOPBIX TTPU MAKCUMAJTbHOM MPOSIBJIECHUM CI0KHOCTH M3
MOJIEBOK MOKHO HACUUTATH MIECTh (TIPU 9TOM OHU COOTBETCTBEHHO OYIyT
paszesiaTh ceMb 3aMKHYTHIX JIEHTUHOBBIX ITIPOCTPAHCTB ), YNCJIO COUETAHUHI
Oyzer onpenensithes Kak 2°= 64, CireoBaTesIbHO, MAKCUMATBHOE TEOPETH-
YeCKHM BO3MOKHOE 001I[ee YUCIIO Pa3HBIX MOP(OTUIIOB MOKHO BBIYUCTUTD
Kak ipousBenieare 12 x 64 = 768. Borsasisst mopdoTumsl M3 y KOHKpeTHO-
TO TAKCOHA, MOKHO OI[EHUTH KaK CIEKTP UX KaUeCTBEHHOTO PazHOoOpasus,
Tak M CTEMEeHb peaan3anu MOP(OTUTIOB TI0 CPAaBHEHUIO € TEOPETUUECKHU
BO3MOKHBIM MX HabopoM. HeoOX0MMOCTh U BOBMOKHOCTD OTIEHKHU CTeTIe-
HU (YpOBHS) peanu3aiui heHo(OoHIa HEOAHOKPATHO MOTYePKUBAIA B CBO-
ux paborax taksxke u V1.B. Epemuna (1978, 1988).

Nwmerommecs y vac gannbie (Bacunbesa, 1978a; Bombimakos u ap.,
1980) cBUAETETBCTBYIOT O TOM, YTO 00IIlee YHCIO PEATbHO 00HAPY/KEHHBIX
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MOPGhOTHUIIOB OKa3bIBAETCST KAK MUHUMYM Ha MOPSIZIOK MEHbBIIE MAKCIMATTh-
HOTO urca. BesycioBHO, TIePBOi TPUYHHO 0OHAPY/KEHHOTO HECOBITAJICHHST
AMITMPUIECKOTO U TEOPETUIECKU BO3MOKHOTO YUCTIa MOP(HOTHUIIOB MOKHO
CUUTATH HEBBITIOJHEHIE CAMOTO YCJIOBHSI MOJTHOCTBIO CJIYYaitHOrO KOMOMHU-
POBaHUA IIPU3HAKOB CKJIQYAaTOCTH 1 CJAUAHUA JEHTUHOBBIX IIPOCTPAHCTB.

DopMupoBaHie KOMITO3UIUI PA3HBIX 3JIEMEHTOB CTPYKTYPbI 3yO0B
(MX KOMOMHATOPUKA) OCYIIECTRIISIETCS HE HE3aBUCUMO, @ HA OCHOBE OTIpe-
JIeJIEHHBIX YACTOT UCXO/HBIX 3JIEMEHTAPHBIX cocTosHUH (heHoB), u He
peICTABIISIET OO0 TIOTHOCTHIO CITyUaifHOE U Xa0THYECKOe KOMOUHUPOBA-
HUE BapUaHTOB CO CﬂyqaﬁHbIM HaITOJIHEHUEM YaCTOT.

Kak yske oTMeuasioch BbIllle, MEKTY MTPU3HAKAMU €CTh OTIPe/leTeHHAs,
HO OUeHb c1abast Koppessiust: Hojiee CKIadaThie 3yObl HECKOJIBKO Yallle
UMEIOT 1 OOJIbIIEE YMCI0 3aMKHYThIX TpocTpancTs. Koadhdunuent koppe-
JISITIUU MEK/IY CTENEHBIO CKIIaYaToCTh 3yO0B Ha BHYTPEHHEN U BHEIIHEH
croporax M3y noJsieBKu-3KOHOMKH (Microtus oeconomus) s IpaBbIX 3y-
608 coctapui = 0.13 u He3HaUMMO oTIMUAJCs OT HyJIst (p = 0.236), a st
seBbix 7= 0.08 (p = 0.465). O6beMbl HAOTIOAECHUH B 000UX CIydastX COCTa-
Bust 100 5x3. 3y60B. KoahdhuimeHT KOPpesisiinn MesKLy CTEIIeHbIO CKIIal-
4aToCcTU OYKKAJIBHOW U JIMHTBAJIBHOIN CTOPOH JIJIsI TIEPBOTO HUYKHETO I1eY-
Horo 3y6a m1 (n = 107) y Toli 5Ke TOJIEBKM-9KOHOMKH OKa3aJICsI PaBeH JIJIst
mpaBbix 3y608 7 = 0.03 (p = 0.780), a mst aeBbix # = 0.11 (p = 0.270). Tem
He MeHee MOKHO I10JIaTaTh, YTO PH OTHOCUTEIbHOI HE3aBUCUMOCTH BaPh-
UPOBAHUSI COCTOSHUI TPU3HAKOB HAPYKHOI U BHYTPEHHEl CTOPOH Ha
BHYTPHUBUIOBOM YPOBHE, TIPU CPABHEHWH PA3HBIX TAKCOHOB, B CHIIY PA3HbBIX
3aKoHOMepHOCTel Mopdorenesa 3y60B BHYTPU HUX, Ha MEKBUAOBOM YPOB-
He GY/LyT TPOSABIATLCS PA3TMUKS B JOMUHUPOBAHUHU TEX WU WHBIX MOP-
dorunos. Coueranue mpusHakoB MopdoTHiia 3yHa Mo3BOJISAET € JOCTATOY-
HOI1 TIOJTHOTOI 0XapaKTePU30BaTh COIPSIKEHHYIO NUBMEHUYNBOCTD (TIATTEPH )
KOHKDPETHOTO TAaKCOHA.

KonnvecTBeHHass NpUpO/Ia TPOSBICHUS CKIA[4aTOCTH 3y6OB MpK
U3Y4YEHUH UX U3MEHYMBOCTH UHTYUTUBHO OIILYIIAETCST KAXKbIM UCCIIE0Ba-
tesieM. TIpecTaBisio WHTepec ONEHUTh 9TO HoJiee CTPOTUMU METOAMHU.
Panee H.I. Cmupnosbim u A.T. Bacunbesbim (1978, 1979) na npumepe m1
BOJISTHOI TI0JIEBKY GbLJTa IOKA3aHA KOJIMYECTBEHHAsT TIPUPOJIA U3MEHUYUBOC-
TU (HOPMBI TAPAKOHUHOTO OT/ea. MBI IIPOBEIU TAKOI JKe CIIeIUaTbHBII
aHAJIM3 Ha IPYTUX MOJIEJIbHBIX BU/AX, B YACTHOCTU HA mpumMepe M3 moses-
ku-skonoMku (Bbombiakos u zp., 1980).

Kax u B ciryuae ¢ BoASHON TOIEBKO#T, HaM¥ OGBLTH OOHAPYIKEHBI O/THO-
BEPIIUHHBIE PACIIPe/leIeHns YIIOBBIX BesimuuH. Hanmpumep, npu usmepe-
HUU YTJIOBBIX TTOKasaresneil (puc. 3.2), XapaKTepusyolux CKIaIIaTOCTh
M3y mo/IeBKU-9KOHOMKH, OBLIT TTOCTPOCH BAPUAIIMOHHBIH P 1O MOCTe-
nHemy y-yray (puc. 3.3).
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135 183 232 xapakmepucmux ckiaduamocmu
YFnOBbIe BENU4MHbI (Y), rpag. acesamenvnoil nosepxrnocmu M3 na
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Hosicnenus danvt 6 mexcme. Cxema
UBMEPEHUSL Y2I08020 NOKAIAMEILS
npusedena na puc. 3.2

30

1 2 3
Knaccbl cknagyatoctu

[Ipu cpaBHEHNM €To ¢ THCTOTPAMMOI, XapaKTepu3yrolei pacipe/ie-
JIEHUE «IUCKPETHBIX» KJIACCOB CKJIQ[UaTOCTH JIJIST TOU JKe BBIGOPKH, HAOJI0-
JIaeTcst UX Xopoinas corsiacoantoctb. Koadduinent xoppensiiuu Crivp-
MeHa cocTaBHI B 9ToM cirydae 7, = 0.88 (n = 100; p < 0.001). Takum o6pa-
30M, KOJIMUECTBEHHAST TPUPOJIA SIBJICHUST CKIAUaTOCTH 3yO0B (hOpMaibHO
MTO/ITBEPKIIACTCS W B ATOM cirydae. BepxHwuil yroJr o, IMeeT caMyto HU3KYIO
BapuabebHOCTD U (hakTHuecKu GurcupoBat. [IpoMesKyTOUHbIH yro 3,
KOTOPBIN MOKeT ObITh KpallHUM HIKHUM B cJiydae BapuanTa f. typica, mve-
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€T MPOMEKYTOUHYIO TI0 BEJIMUMHE JUCTIEPCUIO 3HAYEHUN 1 TPUOJIMKEH 110
3TOMY IMOKa3aTesio K BepxHeMy riepBomy. HuskaUMiT yros y, BappupyeT Ha
MOPSIZIOK CUJTbHEE U OTIPeIesIsieT OOMIYI0 KapTUHY M3MEHUYUBOCTH CKJIa/[9a-
TocTu B BbIGOPKe. TToceiHee 00CTOSITENBCTBO MOKET OBITH 00YCIOBIEHO
PasHBIM BPeMEHEM MX 3aKJIaJIKH B 9MOPHOTeHe3e U CHelndUKON mocemry-
torero Moporenesa asemeHToB 3y0a (Salazar-Ciudad, Jernvall, 2002).

HesaBucumocTs BapbUpOBaHIs KOJIUIECTBEHHBIX IO CBOEN TIPUPOJIE
[IPU3HAKOB CKJIaYaTOCTU BHYTPEHHE 1 BHEIIHEH CTOPOH 3y0a, COUeTaHne
KOTOPBIX (hOPMUPYET AUCKPETHOCTH MOP(OTUIIOB, IPUBOIUT K TOMY, UTO
BO3HMKaET TPobIeMa HaJle)KHOCTU MX Kiaaccuduraruu. TeM He MeHee coue-
TaHVEe 9TUX TIPU3HAKOB C MECTOTIOIOKEHISIMU TTEPEMBIUEK IMATIH, PA3HEI-
HSTIOTIUX JIEHTUHOBBIE T0JIsT, TIO3BOJISIET HOJIEe CTPOTO PA3ETSITh MOP(HOTH-
bl 3y60B. Kak yske HEOHOKPATHO MOAUEPKIUBAIOCE, JIJIsI TPEICTABICHUST
CIIEKTPa U3MEHIUBOCTU MOPGHOTUIIOB CPABHUBAEMBIX TAKCOHOB MBI UC-
OJIb30BAJIN TPU OTMMCAHHBIX BBIIIIE MOKA3ATEST: CKIAAYATOCTD JIUHTBAIb-
HOU 1 GYKKaJbHOI CTOPOH 3y0a M YMCJIO 3aMKHYTHIX JIEHTHHOBBIX MOJIEH ¢
YUETOM BapUAHTOB MX CJIUSHUS U 00beuHeHMs. [[pUMeHeHne TaHHOTO
criocoba aHasmsa MOP(OTUITMIECKON U3MEHUMBOCTH 3YOOB TTIO3BOJIIIIO HAM
CPaBHUTH PAa3HOOOPa3¥e TOMOJIOTHYHBIX MOPMOTUIIOB Y OJIU3KUX TAKCOHOB
U cooTHEeCTH pedhpeHbl UX MOPPOTUITUYECKON NU3MEHUUBOCTH.

JlJ1s1 OTleHKHU €XO/CTBA KAYECTBEHHOTO U KOJTMYECTBEHHOTO CIEKTPA
peaym30BaHHOi MOPMOTUITIYECKOI U3MEHUYNBOCTU MBI MTPEJIOKUIIN CIIe-
uasbHblil Koadduiment mopdorunnyeckoro cxoncrsa K (Bacuibesa,
1978a,6; Boubiiakos u ap., 1980), KoTopblil GakTHYECKH SIBJISETCS MEPOi
[ePEKPBIBAHNS MEPOHA Y CPABHUBAEMOIT TTapbl TAKCOHOB UJIU MTOJTHOTBHI
TpaHcrpeccuu pedperHa MOPHOTHUITHYECKONH U3MEHUYNBOCTH KOHKPETHOTO
3y6a. 10T K0a(DPUILMEHT BHIUUCIISIN 110 cJieayloueil hopmy.ie:

K, =3t o
sm o nl +n2 y

rie k — yrco MopdoTUos, o01uX A1 06enX BbIOOPOK; i — HOMeP MOPGhO-
Tuma U3 yncia obuwx, i = 1, 2,.., k; ¢, ¢, — KOTMIECTBO IK3EMILIAPOB 3y-
608 i-ro MopdoTHIIa B epBOil 1 BTOPOIl BRIOOPKAX; 71,1, — 00HEMbI CpaB-
HUBAEMBIX BBIOOPOK (UMCJIO UCCIIEIOBAHHBIX 3y0OB).

[Ipn cpaBHEHUU ABYX MOJABU0B MOJEeBKU-9KOHOMKHU (Microtus
oeconomus oeconomus i M. 0. hahlovi) 6bLTH BBIZIETEHBI CTEAYIONINE TPH
KJIacca CKIaauaTocTu (10 JUHTBATHHON CTOPOHE):

I. Ha rmHTBasbHOI cTOpoHe M3 deThIpe BBICTYAIONINX YTJIa, Pa3/eeH-
HBIX TPeMs1 BXofistimmu (cooTBeTcTBYeT f. typica y 0OBIKHOBEHHON TIOJICBKI).

I1. KosinuecTBO BBICTYIIAIONINX YIJIOB TAKOE JK€, KAK B MPEIbIAYIIEM
cirydae, HO MMeeTCsT YeTBEPTBIN BXOASIINHN yToJl (TIepexo/[HOe CTPOEHHE OT
typica k variabilis).
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[TI. Ha imHTBAIbHON CTOPOHE MATH BBICTYTIAIOIINX YTJIOB, Pas/ieseH-
HBIX yeThipbMs Bxogsammmu (f. variabilis).

CrutagaatocTh OYKKaJIbHON CTOPOHBI XapaKTEPU30BaIN JIBYMsI Kpaii-
HUMH BapHAHTAMU: HAJTMYHEM UJIM OTCYTCTBUEM YETBEPTOTO BBICTYMAIOTIE-
ro yria (f. duplicata). CpaBHeHuUe ABYX MOABUIOB MOJEBKU-9KOHOMKH
(Microtus oeconomus oeconomus u M. o. hahloovi) 103B0INIO BBIAEAUTD 24
Moporuta, 20 U3 KOTOPBIX OBLIN OOIIMMH, a O JIBa Y KayK101 GOPMbI OKa-
sasuch creruduuabiMu. Y ceBepHoro noasuaa (M. o. hahlovi) He obHapy-
JKeH MOP(OTHIT C OTCYTCTBUEM TPEThHE IO MECTOIMOJIOKEHUIO TEPEMBIYKY B
COYeTaHUN ¢ IEPEXOHBIM CTPOEHUEM MeXIY typica u variabilis, a Takske
MOPMOTHIT ¢ coueTaHreM TATO mepeMbrury u f. variabilis. ¥ tosxHOTO TIO1-
BH/A He HaiieHbl MOPMOTUIILI ¢ MOJHBIM HAOOPOM IHepeMbiueK (¢ CeMbIO
3aMKHYTBIMU TIPOCTPaHCTBaMN ). [IprMedaTesibHO, YTO P THOPUAN3AIII
STHX TOABUIOB BCTPEUYEHDI [BA AOTIOJHUTETBHBIX MOP(OTHIIA C MAKCHMAITh-
HO BBICOKOHU CKJIQ[[YATOCTHIO 1 MOJTHBIM HabOpOM TiepeMbruek. [1pu cpaBHe-
HUM HAOOPOB MOP(OTHIIOB Y IBYX MOABUIOB MOJEBKI-9KOHOMKH KO3(hu-
nueHT MmopdoTunnyeckoro cxoxcrsa cocrapua K == 99.3 (Bacunbesa,
1978a). TTockosbKy Hab/IOaEMOE TIEPEKPHITHE CIIEKTPOB TOMOJOTHYECKITX
PsIIOB MOP(OTUITHYECKON H3MEHYMBOCTH 3yOOB B HTOM CJIy4ae BECbMa BbICO-
KOe, a crennpuIHble BAPUAHTHI IPEACTABIEHBI MAJIBIM YNCIOM DK3EMILISI-
POB, MOJKHO 3aKJIIOUKTB, YTO 9TO BecbMa OsinsKue (hOPMBI ¢ BBICOKOIT TIOJTHO-
TOIl TpaHcrpeccuu pedppeHa MOphHOTUITNYECKON M3MEHYMBOCTH.

NamenunBocts m1 y 10JIE€BKU-9KOHOMKY M3y4aili MHOTHE HCCIIe0-
Batesin (Maneesa, 1971, 1972; Aurepmann, 1973; Bosbmakos u sip., 1980;
CwmupnoB u 1p., 1986; [Toznusakos, Jlutsunos, 1994; Kosanesa u zp., 2002;
®Daneesa, Cmupnos, 2008), KOTOPbIE MCIIOJIH30BAJIN PA3HbIE MOIXObI K €€
OTIMCAHUIO. MbI BBIIEJISIIA TPU KJIACCA CKJIAMYATOCTH JIJIsI XapaKTEePUCTHKI
U3MEHYMBOCTH OYKKaJIbHOI CTOPOHBI U YEThIPE KIACCA — JIJISA IMHTBAILHOM
(puc. 3.4). CpaBHenue 1a60PaTOPHBIX KOJOHMIL I05KHOTO 1 CEBEPHOIO MO~
BH/IOB [10JIEBKU-IKOHOMKH He BBISIBUJIO PA3JIUYMII 110 YaCTOTAM KJIACCOB
CKJIA[YATOCTH JIMHI'BAJIBHON CTOPOHBI, OZIHAKO JIJIST CKJIAIYATOCTU CTPYKTYP
OYKKaJIbHON CTOPOHBI PA3JIMUMsI MEXK/[Yy BUBAPHBIMHU KOJIOHUSIMU MO/IBUIOB
BBIPAsKEHBI JIOCTATOYHO OTYETJINBO (puc. 3.5).

Ecian y 10xHOrO0 1M101BMIAa TOMUHUPYIOT HAMEHEe CJI0XKHbIE MOP(O-
THIIBI, TO y CEBEPHOTO MPe0baaIaloT 3yObl CPETHETO KIacca CKIaI4aToCTH,
Y KOTOPBIX ellle TOJTbKO HAMEYAEeTCs JAOTIOTHUTENbHBII MATHIN BBICTYIIAIO-
U yTOJI B TApaKOHUAHOM OTzese. VIHTepecHo, 4To y THOPUIOB OT CKpe-
HIMBAHUS TTO/IBUIOB OTYETIUBO IPOSIBJISIETCS TAKOE K€ COOTHOIIEHNE Yac-
TOT KJIACCOB CKJIAJYATOCTH, KAK U Y 3BEPHKOB 10;KHOTO POIUTEIBCKOTO MOJI-
Bua. BosaMoikHO, Takoe JOMIUHUPOBAHNE B IIEPBOM ITOKOJIEHUU MOKET KOC-
BEHHO CBU/IETEIBCTBOBATH O MIPOUCXOKIEHUN CEBEPHOIT (DOPMBI OT I0KHOIA,
4TO MOATBEPIKAAET aHAAU3 roMosorndeckux ctpykTyp ml. [Tockonbky
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MIPOUCXOJKIEHNE CEBEPHBIX TTOJIEBOK-9KOHOMOK OT I0JKHBIX (JOPM BHIA MO-
sKeT OBITh IIPUHATO Kak OoJiee mpaBaonogobnas sepeust (Daneesa, Cmup-
HOB, 2008), yeM o6paTHOEe YTBEPKICHUE, OTOT CIydail MOKHO pacCMaTpH-
BaTh KaK OJ[MH U3 TIPUMEPOB, JIOYCKAIIINX MOJ0OHYI0 TPAKTOBKY B Kaue-
CTBE 3aBe/IOMO TTPaBUJIBHON BEPCUN.

C npyroii CTOPOHDI, TIPEICTABJISIET UHTEPEC CPABHEHUE 3aBEIOMO Pa3-
HBIX (hOPM, BUIOBOI CTATYC KOTOPBIX B HACTOSIIIEE BPEMSI ITOATBEP/KIEH U HE
BbI3bIBACT COMHCHI . OIIHI/IM 13 TaKUX IMIPUMEPOB MOJKHO CHUTATH COITOCTaB-
JeHre MOPGOTUIIHYECKOTO Pa3HOOOpas3usi y BOCTOUHOEBPOIEHCKOI
(Microtus levis) w wnmiickoii (M. ilaeus) monesok. [l 9T0i1 apbl BUIOB KO-
spdunment mopdorunmueckoro cxoncrsa coctasut K = 20.9 (borbmaxosn
u 1p., 1980), T.e. 6b11 Kpaiite HeBesmk. HecMOTpst Ha HEKOTOPOE IIepeKphIBa-
H1E BapbUPOBaHUA Ka}KI[OfI 13 BCEX YUYUTHIBAEMbBIX KOMIIOHCHT U3MEHYNBO-
cTH, 001Iast KOJTMYECTBEHHAs TpaHCrpeccust pepeHa MOPPOTUITHIECKOTT
M3MEHYUBOCTU OKA3aJach HE3HAUYUTEIHHON. Y KaKI0r0 BUa HaMU OBLITO
BbIJIeJIEHO 110 8 MopdoTuioB M3, mpudeM OOIINM y HIX OKa3aJICsl TOJBKO
omun. On npezcrasiser coboil coderanue 11 Kinacca CKIag4aToCTH € IATHIO
3aMKHYTBIMU mpocTpancTBamu. Ilo kmaccudurannm Pépura u bépuepa
(Rorig, Borner, 1905), ator BapuanT cootBerctByer f. typica. Ha nmeromiem-
Cs1'y HAC MaTepuaje Ha €ro J0JI0 TIPUXOIUTCS Y BOCTOYHOEBPOIIEHCKOI 1M0-
neskn 11.2%, a y unmtickoir — 29.3% ot 001I1ero yrcia u3yIeHHbx 3yO0B.

[TpuHIIMT TOCTPOEHNST ABYMEPHBIX CXEM TOMOJIOTUYECKUX PSI/IOB
MOPGOTHITIOB 3yO0B U pean3aliis uX pepeHOB MPH TTOTAPHOM CPAaBHEHUH
psina popm nosieBok nipuBesieHsl B kuure B.H. Bosbinakosa, V.A. Bacuiib-
esoit u A.T. MasieeBoii (1980). B namux tabauiax (Bacuiabesa, 1978a)
MOJIXO/L K COCTABJICHUIO CXEMBI Pa3MelleHrst MOP(hOTUIIOB 3yOOB MTPUHITU-
[MHATTBHO COOTBETCTBYET TOMY, KOTOPBII 3HAYNTENHHO TO3/IHEE TIPEITOKU-
au E.E. KoBasnenko u M.10. [Torios (1997). MopdoTHIibl pacmoiosKeHbl B
JABYXMEPHYIO CXEMY C y4eTOM /[IByX COCTABJIAIONINX U3MEHUYUBOCTU: a)
CKJIA[YaTOCTH BHYTPEHHEN U BHEIIHEH CTOPOH 3y0a; 6) Urc/ia 3aMKHY ThIX
[IPOCTPAHCTB Ha €ro JKeBaTeJbHOI oBepxHOCTH. 1o BepTHKaniun obo3Haue-
HO 9MCJIO 3aMKHYTBIX ITIPOCTPAHCTB B TOPA/IKE Y6bIBaHI/IH OT MaKCHUMaJIbHO-
T'O JI0 MUHUMAJIbHOTO YHcya (HalpuMep, y TOJeBKU-9KOHOMKH OT 6 110 2),
10 TOPUBOHTAIN MOP(OTHUIIBI PACTIOTIOKEHDI B TIOPSIIKE U3MEHEHST CTPYK-
TYpbI 3y0a 110 CTeNeHN HapaCTaH!sI CKJIA[UaTOCTH JIMHTBAIBbHOM 1 OYKKaIb-
HOU cTOPOH. MOPGhOTUIIBI OJHOTO KJIACCA CKIAMIATOCTU C OJAMHAKOBBIM
YUCJIOM 3aMKHYTBIX IPOCTPAHCTB IO PA3JIMYHBIM BapUaHTaM UX CJAUAHUA
ITOMEIIAIU B OHY KJETKY CXEMBI.

PaccmotpuM B KadecTBe IpUMepa IBYXMEPHYIO cXeMy MOPGhOTUTIN-
YeCKO MBMEHYNBOCTH [IJIS IBYX 3TUX BUOB (puc. 3.6). B nannom ciydae
TOJIIWHA 9MAJIN HE YIUTBIBAJIACh U IMIPUBE/I€EHA CXEMATUIHO, IMTO3BOJIAA
JINIIDb TPOCJAECAUTD BAPUAHTBI 3AMKHYTOCTU JICHTUHOBBIX noJseii. B eJjom y
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BOCTOYHOEBPOIIENCKOIT MOJEBKU PUCYHOK KEBATEIbHOIN TOBEPXHOCTHU Me-
Hee cioxeH. Ha usyyennom mMatepuase y aToil (hOpMBbI UHCJIO 3aMKHYThIX
IIPOCTPAHCTB BAPbUPYET OT ABYX IO IISATH, IPIYEM Yallle BCTPEYAIOTCS TPH-
YeThIpe 3aMKHYTHIX TIpocTpancTBa (puc. 3.7). ¥ M. levis B otsimume ot M.
ilaeus ormeuaercst 6ombiee pasHOOOpa3Ue BAPUAHTOB CIUSHUSA 3YOHBIX
moJieii. Y OTIeJNbHBIX 9K3EMILJIIPOB CAUBAIOTCS BTOPOE U TPEThE TTOJIST —
Mopdoruns 9 u 14, Tperbe 1 yerBeproe — 10 u 15, yerBeproe u nsiToe — 12
u 14, Tperbe, yeTBepTOE U sATOE — 12, BTOpPOE, TpPEeThe M YeTBepTOoe — 11;
BTOPOE ¥ TPEThE, YETBEPTOE U TIATOE — 14 M, HAKOHETI, BCE YeThIpe 3yOHBIX
MOJIS CITMBAIOTCS B OJIHO 06IIee, a YUCI0 3aMKHYTHIX TPOCTPAHCTB COKPa-
maercs 10 aByx — 13. IIpu GoJbieil BapuabeIbHOCTH YKC/Ia 3aMKHY ThIX
MPOCTPAHCTB CKIAAYATOCTH 3y6a N3MEHUNBA B MEHBIIICH CTETICHU, YEM Y
niniickoi moseBku. OHAKO Y BOCTOUHOEBPOIIEHCKOI MTOJIEBKU OKa3aJICs
BCTpedeH MopdorTut, oTHocsmmiics K f. simplex, T.e. 17t Hee xapakTepHa
TEHJEHIINS K YIPOIIEHHUIO CTPYKTYPBHl M3 — ciusiHre 3aMKHYTBIX TIPO-
crpancTs, Hamuuue f. simplex.

13 pucynka 3.6. BuaHo, uTo MopdoTHUIIbI, TpuHaaaeKaie M. levis,
COCPeZIOTOYEHBI TPEUMYIIIECTBEHHO B JIEBOI BepXHeil yacTu cxeMbl. J{is
MJINHCKO TTIOJIeBKY, HATTPOTUB, MOKHO OTMETUTD TEHIEHITHIO K YCIIOXKHE-
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HUIO CTPYKTYPBI TPETHETO MOJISIPA BEPXHEN UEIOCTH, UYTO MPOSIBISIETCS, C
OJIHOM CTOPOHBI, B YCUJICHUHU CKJIA[UATOCTH 3y6a, ¢ IPYroil — B yBEITUYCHIH
YUCJIA 3AMKHYTBIX TIPOCTPAHCTB (Bapbupyer oT 4 110 6), mpuyem Haubosee
06BIYHBI MOPMOTHIIBI ¢ 5 3aAMKHYTHIMHU MIPOCTpaHcTBaMu. Eciin y BocTouHO-
€BPOIIENCKOI TIOJIEBKH YACTO BCTPEYAIOTCS CJAUSHUS IEHTUHOBBIX TIOJIEH,
TO Y HEKOTOPBIX 9K3EMIIJISIPOB UJIMIICKON TIOJIEBKU TAJIOH Pa3jie/ieH Ha [Ba
3aMKHYTBIX TPOCTPAHCTRA, 2 UX 00IIee YMCIO0 YBEJIMYEHO /10 TecTr. [Ipu-
3HAK CKJIA[YaTOCTH Y UIMHCKON MOJEBKY BAPBUPYET B GOJIBIIEM AUATIA30-
ne — y "Hee Bctpeuenbl M3 11, I11, IV u V kiaccoB ckiaguaTtocTu. YeaoskHe-
Hue pucynka 3yb6a M. ilaeus na cxeMe oTpaskaet pacrtosoxkenue ee Mopho-
TUIIOB B IIPABOM HMKHEH YacTH.

MeskBUIOBBIE THOPUJIBT TI0 XapaKTePy U3MEHUMBOCTH TPETHETO BEPX-
Hero MEYHOTO 3y6a 0OHAPYKUBAIOT 3HAUUTEIBHOE CXOACTBO C WIMHCKOI
TIOJIEBKOI. Y HUX YMCJIO 3AMKHYTBIX ITPOCTPAHCTB BapbUpyeT oT 3 110 6 1 Tak
JKe, KaK U Y WINIICKON TOJIeBKHY, MPOSIBISIETC TEHIEHIUS K YCUIEHUIO
ckaamyarocTu. Tubpuabl uMeIoT 7 o6mux MOpGOTHUIIOB ¢ UIMICKOI TOIeB-
Koit (2—8) u Bcero aBa — ¢ BocTouHoeBpornetickoit (8 u 11). 3amernm, uto y
ru6puI0B NOABJIAeTC HOBBINM MopdoTui (16), He BCTpeUYeHHbIN HI Y OLHOIL
13 POJMTENBCKUX (DOPM. DTOT BAPUAHT MIMEET YETHIPE 3AMKHYTHIX ITPOCTPAH-
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CTBa U coueTaeT B cebe CIAMSTHUE TPETHETO U Y€TBEPTOTO 3yOHBIX TT0JIel (TTpu-
3HAK BOCTOYHOEBPOIIEHCKON MOJIEBKI) CO CIOKHOI CTPYKTYpOI 3y6a, cooT-
BercTByIomIel [V kyaccy ckiraggatocTy (MpU3HaAK MINUCKON TTOJIEBKH ).

Ecsi y OABU/IOB MOJIEBKU-9KOHOMKHU OBLITO OOHAPYIKEHO TIPAKTIIEC-
KU TIOJTHOE COBIA/IEHIe KAYeCTBEHHOTO MHOTO00OPA3HST COUETAHNH MTPHU3HA-
KOB pUCcyHKa M3, To y WINHCKO MMOMEBKU MBI BIIUM IIPOTHBOMOJIOKHYIO
kaptuny. KauecTBeHHbIl HAOOP MOphOTHITOB M3 MINICKON MOJIEBKHU CY-
MECTBEHHO OTJIMYAETCS OT WX Habopa y BOCTOUHOEBPOMEHCKON, a emH-
CTBEHHBIN OOTIHIT 1T HUX BAPUAHT BCTPEUYAETCS TIOUTH Y BCEX TPEJICTABHU-
teneit pona (Aurepmant, 1973).

Takum 06pazom, MOpGOIOTHIECKAST IUBEPTEHITUS CPABHUBACMBIX
(opm T0JIEBOK TTPOSBIIAETCS B CIeNU(UIECKUX TEHACHITUSAX MOPGhOTUTIH-
YeCKON M3MEHYMBOCTH PUCYHKA KeBaTEIbHON ToBepxXHOCTH M3. YpoBeHb
00HAPYIKEHHBIX Pa3IMUUil B COUETAHUU C PENPOLYKTUBHON UBOJSIIHEH
MJIMICKOI M BOCTOYHOEBPOIICHCKOI 110IeBOK [TOATBEPKAaeT UX BUI0BYIO
CaMOCTOSITEIIBHOCTD.

B saksoueHne pacCMOTPUM BO3MOKHOCTD IPAKTHUECKOTO NCHOIB30-
BaHUs TOMOJIOTUYECKUX PsiIoB (pePEHOB) U3MEHUYUBOCTH COCTOSTHUI
MPU3HAKOB 3yOOB MOJEBOK B X COYETAHMSX (KOMITO3UIINSX) TSI OTIHACA-
HUS CcHeNn@UKN TAKCOHOB Pa3HOTO NEePapXUUECKOT0 paHTa Ha IIpUMepe
HEKOTOPBIX U3YYCHHBIX (hOPM.

[Tockosbky MOBTOPAIONINECS CTPYKTYPHBIE TOMOJIOTHYECKUE PSBI Y
PasHBIX TAKCOHOB, KaK OBLIO MOKA3aHO B HAUAJIe pasjieia Ha mpuMepe pabot
Canazapa-Iluynana u Ixepusaina (Salazar-Ciudad, Jernvall, 2002), naxe
1pu cpaBHeHuu npeacrasuteneir Muridae u Cricetidae, ocHoBaHBI Ha ¢XO1-
HOM (DYKITMOHMPOBAHUYU T€HHBIX CETEH U MOCJIEAYIONINX IIUTCHETUYECKUX
B3aMMOJICHCTBUAX, TO TOMOJIOTHYHbBIE MOP(MOTIOrUYeCKre CTPYKTYPBI BIIOJI-
He MOTYT OBITh MPUBJIEUYEHBI JIJIST OIEHKU SMUTEHETUIECKOM TMBEPTEeHITNN
TakcOHOB. MopdoTUIIbl 3y6OB MOJIEBOK MOTYT OBITH TOMOJOTU3UPOBAHBI C
BBICOKOIT CTETIEHBIO HA/IEKHOCTH, TIOITOMY TIPEICTABIISIIOT 0COObIIT HHTEPEC
JUIS1 NCTIOJIB30BAHUS X IIPU OIleHKE HBOJIOIMOHHBIX ABJICHUN U PeleHun
BOIIPOCOB TAKCOHOMUU.

Mbl cpaBHUIIN TIPOSIBJICHUSI TOMOJIOTMYECKOHM N3MEHYMBOCTH TIPU3HA-
KOB 3y6OB ¥ JIBYX PACCMOTPEHHBIX BBIIIE TIOBUIOB TIOJEBKI-9KOHOMKH,
OTHOCHUTENILHO GIM3KOTO K Hell Buaa — mosieBku MuyieHaopda, Tpex mpes-
craBureseit mogpoaa Neodon: naMupCKoii, apueBoil moJeBKY (BKJIIOYAST
pesko auddepernrpoBaniyio Gopmy us sanoeannka Axcy-/xabarisl ¢
Tanacckoro Anatay), BOCTOYHOEBPOIIEHCKOH TTOJIEBKH, a TAKXKE ABYX CHJIb-
HO nhHEPEHITMPOBAHHBIX ANTACKOT0 1 3a6aiiKaIbCKOTO TTOBUIOB GOJTh-
nieyxoi mosieBKu. Takoe cpaBHEHUE 1TO3BOJIMJIO COITOCTABUTD APYT C APY-
rom npezcTasuteseil Arvicolini (moapoabt Neodon, Microtus, Alexandromys
u Pallasiinus) n Tpubsl Prometheomyini (pox Alticola) (no: IaBaunos,



ITTABA 3. TOMOJIOTHYECKAS HBMEHYMBOCTD MOP®POJIOTUYECKHX ... 93

2006). /list Bcex 31X (hOPM Y HAC UMEJTUCH TIOAPOOHBIE JAHHBIE O YACTOTAX
BCTPEYAEMOCTH OIPe/IEIEHHBIX MOP(MOTHUTIOB, UTO MTO3BOJIMIIO MOJYIUTH He-
00xouMBIe XapaKTepucTuk 1Mo 13 heHaM MOP(hOTUITUECKUX TIPU3HAKOB,
BRJIIOYAONTUM JIAHHBIE O YACTOTaX BCTPEUYAEMOCTH KJIACCOB CKIAMIATOCTH
JIMHTBAJIBHOU 1 GYKKaJIbHOI CTOPOH 3y0OB, a TaKyKe TPOSBJICHUS WU He-
MIPOSIBJIEHUST OTIPE/IEJIEHHBIX TEPEMBIUEK, 00YCITOBIECHHBIX CKATUEM MAJIH,
KOTOPBIE Pa3/ieIAioT 3aMKHYThbIe JICHTUHOBBIC TIOJIS.

CiielyeT 3aMeTUTh, YTO KJIACChHI CKIAUATOCTH MPEACTABIISIOT COOOMI,
KaK MOKHO ObLIO YOEUTHCS BBIIIIE, PAHKUPOBAHUE HEITPEPHIBHO BapbUPY-
FOIUX CBOUCTB (hopMbl TastoHa M3 u napakonuaa m1 u Juiib ¢ GOIBIION
HATSKKON (hOPMATBHO MOTYT PACCMATPUBATHCS KaK COCTOSHUS HEMETPH-
YeCKUX TPU3HAKOB — (herbl. HarmpoTus, mepeMbruky (CMBIKAHUS SOMAJIN TIPU
C/IBUTAX AMAJIEBBIX TPEYTOJTbHUKOB OTHOCUTEJNBHO JPYT IpyTa) BIIOJHE CO-
OTBETCTBYIOT MTPEJICTABICHISAM O HEMETPUUECKUX MMOPOTOBBIX MTPU3HAKAX, &
WX COCTOSTHUS (MTPOSIBJIEHNE WJIM HETTPOSBJICHIE ) MOKHO PACCMATPUBATD B
KavyecTBe TUITUYHBIX (DeHOB HEMETPUUYECKUX MPU3HAKOB. IIpu cpaBHEeHWN
CKJIAYaTOCTH 3yOOB y TPEACTaBUTENEH PA3HBIX POJIOB HAa KAUeCTBEHHOM
YPOBHE MOKHO TIOCTPOUTH UX PSIJIbI, KOTOPBIE BBICTYMAIOT MO OTHONIECHUIO
IIPYT K Ipyry Kak pedpenst (puc. 3.8).

HecmoTpst Ha 0T4eTINBO pasHyo (GopMy 3y00B y MpeacTaBuTeei
Microtus w Alticola, xopoIio BUIHO, YTO B UX CTPYKTYPHOM PasHOOOpasuu
HAOII0AeTCs IBHBIN TTapaJIIeIU3M: KJIACChI CKIA[4aTOCTH 3y60B B 9TUX
PsIax 3aKOHOMEPHO TIOBTOPSIIOT APYT APYTa U MOTYT PACCMATPUBATHCS KaK
rOMOJIOTUYHBIE pedpeHbl. B aTOM NIposiBiIsieTcs TPAH3UTUBHBII TOJTUMOP-
usm, ob1IHiT 71 TAKCOHOB 0001X PO0B. OIHAKO KOJIUYECTBEHHAS TIPE/I-
CTaBJEHHOCTb TOTO WJIN MHOTO (heHa, KaK 3TO BUAHO U3 MPUBEICHHON Ha
puc. 3.8 conpsiKEeHHO# TabIUIBI YACTOT, ¥ KasKI0TO TAKCOHA MOXKET OBITH
COBEPIIEHHO PA3HOI, KaK U TTIOJTHOTA BOCIIPOU3BeNeH s pedpeHoB MOpdho-
TUMTUYECKON M3MEHUYNBOCTH.

Knacrepusrit ananus yactor Bctpedaemoctu 13 denoB y 9 B3gaTHIX
TakCOHOB ObLI poBeieH MeTogoM UPGMA ¢ HCIoIb30BaHUEM COIPSIAKEH-
HOTO /IBYCTOPOHHETO TIOIX0/a: HanpaBiaenue Q — rpynmupoBaHie B Kiac-
TepbI TAKCOHOB MO YacToTaM (heHOB 3y60B, HampaBieHue R — rpynmupoBa-
HUe B KiacTep heHOB 110 CX0/ICTBY TakcoHoB. Ha puc. 3.8 xoporio BugHO,
4TO B caydyae Q-HampaBieHNs KJIACTEPHOTO aHAIN3A TAKCOHBI CTPYTIITHPO-
BAJIUCH IO POJIaM, KOTOPBIE OTHOCATCS K pasdHbiM Tpubam: Prometheomyini
u Arvicolini (mo: ITasiunos, 2006). B npenenax poga Microtus BbiaeMINCh
nBa Goabinux cybrmactepa. OuH 0ObEIMHII BCEX MPEICTABUTENEH TTOIPO-
na Neodon, cpein KOTOPBIX HanGOJIbIIIEE CXOCTBO MPOSBUIIN TTAMUPCKASA 1
apuesas moJieBku. Heckobko ocoboe mososkenne B aToM cyOKIacTepe 3a-
HUMAaeT Tajacckas popMa «apueBoii» MOJEBKH U3 3aMI0BEIHUKA «AKCY-
Ixabarabr> (B riaBe 10 TaKCOHOMUYECKHE OTHOIIEHUST MEKILY STUME (HOp-
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MaMu OYyT paccMOTpeHbI GoJiee AeTalbHO). BTopoil cyOkIacTep Toxe pas-
JICTUJICST HA [IBA: B OJIMH BOIILJIA BOCTOYHOEBPOTEHCKast 1moJieBKa (TI0/IPO/T
Microtus), a B ApyroM 00bEeANHUIINCH IPEACTABUTENH JABYX OJU3KUX BUIOB
— nosieBKka-skoHoMKa (roapos Pallasiinus) w noneska Mugnengopda (mos-
pox Alexandromys). BumHo, 4To /iBa MOABU/A MOJEBKU-9KOHOMKH, KaK U
[IPU CPaBHEHUH JABYX (POPM MTaMUPCKOIT TIOEBKHU, OOBEANHUIUCH B CyOKIa-
CTEp CaMOT0 HIZKHETO YPOBHS UEPAPXUH, T.€. TPOSIBUIA HANnOOJIbINEE CXOI-
CTBO JIPYT C IPYTOM 10 KomIuekey ¢penoB M3. HekoTopoe oBbITIIEHHOE
cBoeoOpasue 3y60B ABYX AuMGEPEeHIIMPOBAHHBIX MTOABUI0B OOJIBIIEYXOil
noJieBKH: 3abaiikanbckoro Alticola macrotis macrotis w anratickoro A. m.
vinogradovi, Ha HaII B3TJIsIT, 00YCJIOBJIEHO JIEHCTBUTEIBHO PE3KUME PA3Jin-
YUSIMU B MIPOSIBIIEHUN HEKOTOPBIX (DEHOB ¥ 9TUX (DOPM — OTCYTCTBHE TIEPe-
mbruek I u I11 y 3abaiikanbckoii (HOPMBI 1 HAJTWUKE Y anTaiicKoi (cM. puc.
3.8), a rmaBHOE, BEPOSATHBIMU BO3PACTHBIMU 3 heKTaMu, KOTOPBIE TIPOSB-
Js0TCs y npencrasuresei Alticola cunbhee, yem y Microtus.

Bropoii actiexT kmacteproro ananusa (R-nampasienue), mpoBeieH-
HBII COMPSIKEHHO ¢ MEPBBIM, MPEACTABISIET COO0 MEPOHOMHUUECKY O
CTPYKTYPY HaHHON IPYTIMBI TAKCOHOB MoficeMelicTBa Arvicolinae mo mposis-
JIEHUSIM TOMOJIOTUYECKOH n3MeHUYnBOCTH MopdoTunos M3. Buano, uto
HarboJiee KOHTPACTHBIE Pa3inaust MexLy pogamu Alticola w Microtus mipo-
SIBUJIUCH 10 CAaMOMY YKJIOHUBIIEMYCSI MEDOHOMHUYECKOMY CYOKIACTEpY,
BKJIIOYatonieMy (eHbl mposaBienns nepembiuek I u I11. Y GonpmmncTBa
CepBIX MTOJIEBOK Pa3MbIKAHUE TIEPBOI TIEPEMBIYKY — SIBJIEHUE UPE3BbIYAITHO
penkoe. B 1aGopaTopHOi KOJOHUY MOJEBKU-I9KOHOMKI MBI OOHAPYKUIIH
JINIIb HECKOJIbKO ciiyuaes u3 Gosee yem 1000 usyuennnix 3y6os M3. Ha-
POTHB, Yy MHOTUX Alticola civistnue niepeHeil HeTapHON TETJIN ¢ TIEPBBIM
TPEYTOJIBbHUKOM — 9TO XapaKTepHas 4epTa, KOTOPas WHOT/A HAPYIIaeTCs
JIVITITh Y JITaiiCKOTO TOBH/IA GOIBIEYXOH MONEBKU U IYKOTCKUX JIEMMUH-
TOBU/IHBIX MOJIEBOK, & TAK)KE C HEBBICOKOI YaCTOTON BCTPEYAETCS Y APYTUX
Alticola, Bxmouas cepeGpPUCTYIO M TIIIOCKOUYEPEITHYIO TIOJEBOK.

Takum 06pa3zoM, UMEIOTCST OCHOBAHUS MOJIATaTh, YTO UMEHHO COYETaHKE
U B3aUMHOE TIepeceyeHne MHOTUX TOMOJIOTIYECKUX PSIIOB MOP(OTUTIITIECKOT
M3MEHYMBOCTH 3yOOB TTO3BOJISIET YJIOBUTD PA3IUUKST B CTPYKTYPE COCTABIISIO-
MIUX ¥X MEPOHOB ¥ BBIIBUTh TAKCOHOMUYECKYIO NEPAPXUIO, OMUPASICh HA Ya-
CTOTHYIO ITPE/ICTABIEHHOCTD DJIEMEHTOB X MOP(POTUITHUECKUX PePEHOB.

P. Aurepmann (1973) nposesia Ha mpuMepe HECKOJIbKIX BUAOB TPHOBI
Arvicolini KauecTBEHHBIN ¥ KOJNYECTBEHHBIH aHATN3 TOMOJOTHYECKUX
Ps10B MOPOTUTIUECKON UBMEHUNBOCTU He TOJTBKO /71t M3, Ho u jist M1,
M2, m1, m2u m3. Onupasice Ha mosydeHusie P. AHTepMaHH pe3yJibTaThl,
BKJIIOYasT TAOJUYHBIC TAHHbIE M3 ¢e PabOThl, MBI TIPUMEHUIIM PACCMOTPEH-
HBII BBIIIIE TIOIXO0/] COTIPSIKEHHOTO MOP(OTUITUYECKOTO AHATII3A JIJIs1 OTIeH-
K1 GJIM30CTU MU3YYEHHBIX €10 TAKCOHOB MOJIEBOK TT0 PAa3HO0Gpasuio Mopgo-
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THUTIOB Beell 3yOHOM cuctembl, B Tabsuiax 1 u 2 (Aurepman, 1973, ¢. 107 u
c¢. 113) mokasaHo kauecTBEHHOE pasHooOpasue MOP(OTUTIOB, KPOME TOTO
YKa3bIBaeTCs, KaKe U3 HUX BCTPEUYAIOTCS OUYEHD YaCTO, PEIAKO WU TTOJTHO-
CTBIO OTCYTCTBYIOT (TIOMEUEHO CHEeIUaJbHBIMU 3HaUKaMu ). CIIeTnaabHO
OTMEUEHBI U T€ CIyYar, KOTr/la YacTOThl JOMUHUPYIONTUX BAPUAHTOB CTPO-
eHust 3y00B IPUGIUUTENBHO PABHBI IO TIPEJICTABJIEHHOCTH B BHIOOPKAX.

ITH MaTePHUAJIBI TIO3BOJIMJIA HAaM PAHKUPOBATH MTPOSIBJIEHUE TEX WJIH
WHBIX BAPUAHTOB 3y0OB U OTAENbHBIX COCTOSTHUI MPU3HAKOB B HHTEPBAJIE
ot 0 0 3. Panrn oTpaskain He TOJTHKO KAUYECTBEHHYIO TIPECTABIEHHOCTD
TeX WJIW WHBIX BAPUAHTOB, HO M UX OTHOCUTEJIBHYTO YaCTOTY BCTPEUaeMoC-
TH, T.€. IOMYCKATN KOJUIECTBEHHBIH acTIeKT pacCMOTpeHus JaHHbIX. [1o
AHAJIOTWH ¢ HATMUMU TPEABIAYIIUMA pacdeTaMu i M3, ucnoJib3ys moJry-
YeHHBIE 110 JJAHHBIM AHTEPMaHH PAHTOBBIE OIEHKW JIJIsI BCEX BEPXHUX U
HUZKHUX TEYHBIX 3YO0B, MbI BBIYUCIIAIN €BKJIUTOBBI PACCTOSTHUS MEKILY
10 TakcoHamu MOJIEBOK ABYX poioB — Chionomys w Microtus. Tlo Bbrunc-
JIEHHOW MaTpHIe PACCTOSTHUHN MTPOBEJN KJIACTEPHBIN aHATN3 METO/IOM He-
B3BEIIEHHOTO TTorapHoro cpejanero csasbianuss UPGMA (puc. 3.9).

Pe3ybraThl IBYXCTOPOHHETO KJIACTUPOBAHUS TIPEICTABIEHBI HA PUC.
3.9. BepxHnii kacTep XapakTepusyeT MEpOHOMITUYECKHe OTHOIIEHNS, OIe-
HEHHBIE 110 Pa3HOOOPA3UI0 TAKCOHOB. BUIHO, HATIPUMEP, YTO BTOPOU, CUU-
Tast CBepXYy, CyOKIacTep 00beAMHSIET TEHACHIINN HAJIUYUS Y BUOB CJIUTO-
CTHU TPEThETro U yeTBepToro TpeyroibHukoB m3 (m3 I11-) , cainrocTu nepso-
ro ¥ BTOpPOTo TpeyrojbHukoB m2 (m2 I1-), a Takke cJUTOCTU TPETHETO U
4eTBEPTOrO TPEYroJAbHUKOB 5Toro 3yba (m2 I1I-). ITo orcyTcTBUIO 9THX
CBOJICTB, T.€. HAJINYHIO TIePEMBIUEK, U PA3/IEJEHUI0 COOTBETCTBYIOIINX TPe-
YTOJBHUKOB M3 U M2 OT APYTUX BUJOB ITIOJIEBOK YETKO OTAENSIIOTCST T0JIeB-
Ka-9KOHOMKA, MalleHHast 1 0ObIKHOBEHHASI [TOJIEBKH, YTO XOPOIIO BH/IHO HA
HIZKHEM «TaKCOHOMUYECKOM» KJIacTepe. 3/1eCh BBIICAUINCD [Ba GOJBIINX
cybkmacrepa. O oObeIUHNI IpeacTaBuTeNell noaponos Pallasiinus
(M. oeconomus) u Microtus (M. arvalis, M. agrestis), a Apyroil — npeacTaBu-
teneii nogponos Terricola (M. majori, M. subterraneus, M. shelkovnikovi) n
Sumeriomys (M. socialis), koTopble 00pa3yIoT OTHeNbHbII cyOKIacTep, a
takske BugoB poga Chionomys (Ch. gud, Ch. roberti, Ch. nivalis), 06benu-
HEHHBIX B CAMOCTOSITEIBHYIO TPYIIILY.

[Tosryyennbie HAaMK Pe3YJIBTATBHI B 1[EJIOM COTJIACYIOTCS C CYIECTBYIO-
HIMMU B HACTOsIIIEe BPEeMsI IPEACTABIEHUSIMI O B3AMHbIX TAKCOHOMIYEC-
KIX OTHOILIEHUSX Beex aTuX GopM B mpeneax tpudsl Arvicolini (ITasiu-
HoB, 2006). ExuncrBennoe nuckiioyeHne — 1mojoxeHue B kiacrepe M.
socialis, koTopast o6benunuIack ¢ M. majori. B riase 10 MbI BHOBb BEPHEM-
cs1 K 006CysKAEHUIO BOTIpoca 06 snureneTudeckoil 6auzoctu Terricola u
Sumeriomys, koTopast 6bla 0GHAPYIKEHA U TI0 KOMILIEKCY (heHOB HEMETPH-
YeCKUX IIPU3HAKOB Yeperia.
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Puc. 3.9. Iomonozuueckas usmenuusocms cmpoenus M3 y nonesox
nodcemeticmea Arvicolinae.

A — panzosvie xapaxmepucmuxu 3y606 noiesox; b — cmpykmypa meporomuueckux
OMHOWEHUL MAKCOHO8 NO CIMPOEHUI0 3YOHOU cucmemvl; B — kiacmepholil anaius
MAKCOHOMUUECKUX OTHOUEHUTL O 20MOJOZULECKUM PAOAM MOPPOMUNUUECKOU
usmenvusocmu 3y606 mexcdy 10 eudamu nonresox noopodos Pallasiinus (moec —

M. oeconomus), Microtus (maro — M. arvalis, magr — M. agrestis), Terricola (mmaj —
M. majori, msubt — M. subterraneus, mschel — M. shelkovnikooi), Sumeriomys (msoc —
M. socialis) u poda Chionomys (chniv — Ch. nivalis, chgud — Ch. gud, chrob — Ch. roberti)
U UX MEPOHO-MAKCOHOMUYECKUEe omuouenus (paccuumano no: Aueepmann, 1973)

B Tabsmuie 3 us Toi ke paborsr (Anrepman, 1973, c. 114) npuse-
JIeHBI IAHHBIE 0 YACTOTaX BCTPEUYAEMOCTH BCEX BbIJEJEHHBIX €10 Mopdo-
TUITUYECKUX BaPUAIIMIA TT0 BCEM MEYHBIM 3y6aM y 8 TAKCOHOB MOJIEBOK.
AHanM3 3TUX NAHHBIX [TOKA3aJI, YTO JOMUHUPYIOIINE Y OMHUX BUIOB Ba-
PHUAHTBI CTPOCHUs 3yOOB ¥ IPYTUX TAKCOHOB MOTYT OBITH peakumMu. Ha-
npuMep, cTpoenue 3yba, xapakrepHoe s Microtus agrestis (Hammdane
JOTOJHUTENbHON TTeTi Ha M2), koTopoe sBJsieTcs AMArHOCTUYECKUM
MPU3HAKOM C YaCTOTOH BeTpeyaemocT, 6iu3koit k 100%, BecTpeuero
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KaK BapMaHT co cpejaneil uactoroil y M. socialis (19.8-36.2%), M. majori
(32.1%) u M. subterraneus (54.1%), a Take ¢ HU3KOI YaCTOTON y CHEX-
HbIX noJieBOK: Chionomys gud (2.3%), Ch. roberti (9.2%) u Ch. nivalis
(4.0%). Bapuant crpoerus m1 «nivalis» BcTpeuaercst y CHETOBOI 10-
aesku Ch. nivalis ¢ wacroroit 78.5%, a y M0JIeBKU-9KOHOMKU OH JOCTa-
TOYHO peiok — 8.8%. XapakTepHbIil BOJHOOOPa3HBIN U3TUO 9Maiu BTO-
pOTO TpeyroibHUKA HAa JUHIBAIbHOUN cTopore M2 — «radnensis» —
BCTPEUYEH ¢ HEBBICOKOI YaCTOTOH y 8 BUI0B TI0JIeBOK. Bo Bcex aTux ciry-
yagx OTYETANBO MPOCTyNaeT u noaTsep:xkaaetcs mpasuio H.IT. Kpenke,
OCHOBAHHOE HA SABJEHUU TPAH3UTUBHOTO MOJUMOPGU3MA, OTTMCAHHOTO
C.B. Meiienom.

B 270l cBA3M Ba)KHO HATIOMHUTD PE3yIbTATH HccaeqoBanuit AL
Mauneesoii (Maseesa, Bopoobesa, 1970; Bosbiiakos u ap., 1980) aunamu-
KU COCTaBa M COOTHOIIEHUsI MOP(OTHUTIOB 1 B Ipoiiecce MOCTENeHHOTO Tie-
pexona (bunernyeckoii asomonun) Lagurus transiens 8 L. lagurus ot
mielicTorieHa 10 coppeMeHHocTr. OHA BBISIBUIIA HATIPABJACHHBIH TIPOITECC
CMEHBI IOMITHUPOBAHUS OJJHUX MOP(MOTHUTIOB HAJl APYTUMU U UX 3AMEHBI BO
BpeMenu. [Ipu 5ToM yacTh MOP(HOTHUIIOB TIPOIILIOTO NcYe3aeT («BbIMUPA-
eT»), a OJIsKe K COBPEMEHHOCTY HAYMHAIOT MOSIBJISITHCSI HOBbIE MOP(OTH-
bl KOTOPBIX, B TPOTLIOM He 66110, Ha Kak10i cTaguu cyIiecTBOBaHNUSI
hparpuu L. transiens, a 3atem u B nipenenax L. lagurus wabmogaercst moJu-
Mopbu3M B cTpoeHuu m 1, KOTOPBII HACIeIyeTCs U TIepelaeTcs ¢ 0CTaTou-
HOW MMOJIHOTOW OT OJIHOU CcTa[inu K APYyroi. B manraom ciaydae MOKHO eTo
paccMaTpUBATh KaK TUIUYHBIN TPAH3UTUBHBIH TToauMopbusM MeiieHa.
Yactb apeBHUX MOPHOTUTIOB L. transiens, KoTopbie OBLIN CHAYAIA CPABHMN-
TeJIbHO PEJIKUMH U MOTJIM paccMaTtpuBaThes Kak HosimecTBa (A.T. Masee-
Ba HA3BIBAET UX «PE3EPBHBIMU» MOP(OTUIIAMU ), B TTOCIEAYIONIEM ITOCTE-
TIEHHO, Yepe3 MPOMEKYTOUHYIO CTAUIO «IIOTEHIINATbHO-OCHOBHBIX Y, MIM€-
IOIIUX CPEHIOI0 YACTOTY BCTPEUAEMOCTH, TIEPETILITH B PA3PsI/l «<OCHOBHBIX»,
T.€. JOMUHUPYIONINX [0 YACTOTE HA HAYAJIBHBIX CTA[USIX BOSHUKHOBEHUS L.
lagurus. 3atem, 0 Mepe CTAHOBJIEHUST COBPEMEHHOMN CTEITHO MECTPYIIKH,
9T MOPGOTUIIBI CTAHOBSITCS «TIOTEHIINATBHO-PE3EPBHBIMUY, T.€. BHOBb
PE3KO CHIIKAETCS YaCTOTA UX BCTPEUYAEMOCTH, ¥, HAKOHEI], OHU BHOBB Tie-
PEXOJIAT B Pa3psi/l «Pe3ePBHBIX> KpailHe PEAKUX, HO TeNePh YiKe apXamyec-
KX MopdoTunoB. CIeayionuii aTan — NCUe3HOBEHUE MU «BBIMUDAHIIE>
cootBeTcTBYIONMX MopdoTtumnos. A.I. MaseeBa cunraer, 4To janHass «cxe-
Ma [MOYEPKUBAET 3HAYEHNE COXPAHEH U BUAAMU TTOJTUMOPMHOCTH BO Bpe-
MeHU [ TIporecca popmoodpasosanus» (Boabimakos u ap., 1980, c. 121).
[To ee MHeHMIO, HAJIEIKHBIM KPUTEPUEM MOSIBJIEHUS] HOBOTO BUJIA SIBJISIETCS
TIOJTHAsl CMEHA OCHOBHBIX MOPGhOTHIIOB.

Takum 06pa3oM, TPAH3UTUBHBIA TOJUMOPPUIM MOKET COXPAHSITH
BO BPEMEHU JIOCTATOYHO GOJIBIIOE Pa3HOOOpa3ue TOMOJOTHYHBIX MOPGhO-
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TUTOB y Osu3kuX BUm0B. OCHOBHOI MOP(OTHII, XapaKTEPHBIH, HATPUMED,
niist M. agrestis B pa3oOpaHHOM BbIIle TpuMepe u3 paboTsl P. AHTepMaHH,
MOJKET CUUTATHCS MOTEHIMAJTbHO-OCHOBHBIM (110 TepMuHosiorun A.T.
MazneeBoit) y M. majori m OTHOCUTBHCS K KaTeTOPUU PE3EPBHBIX Yy BCeX
BUJ/IOB CHEKHBIX MOJEBOK.

MbI ucnoab3oBaan MaTepuasbl Tabauibl 3 u3 paborsl P. Anrep-
MaHH [JId BBIYUCJIEHUA MaTPUITbl €BKJIN/IOBbBIX paCCTOﬂHI/If/,I MEKIY TaK-
conamu. KiactepHblil aHaaus ObLT TPOBEEH METOIOM YOP/ia, PacCu-
TAHHBIM Ha BBISIBJIEHUE arperanuii TaAKCOHOB BBICOKNX YPOBHEH nepap-
XWH, a He CaMBIX HIDKHUX (B TOCJEIHEM CIydae OOBIYHO UCIOIb3YETCsI
MEeTOJ oncKa Gamskaiiiiero cocesia). Pe3yibraTsl KJIACTEPHOTO aHAJIM3A,
npejcTaBiaeHuble Ha puc. 3.10, TOKAa3bIBAIOT, UYTO U B ATOM CJydae code-
TaHWE TPU3HAKOB 1 X COCTOSHUI O3BOJISIET OIEHUTDb CTEIIEHDb JUBEP-
TEHITMU TAaKCOHOB MOJIEBOK 10 MOP(HOTUITHIECKOMY PasHOOOpa3UIo TO-
MOJIOTUYHBIX CTPYKTYP BCeil 3yOHOH cucTeMbl. Bolenanuch aBa Kpyt-
HBIX cyOKIacTepa, OJINH U3 KOTOPHIX OOBEJUHII BCEX TPEACTaABUTEEH
pona Microtus, a ipyroii, — poga Chionomys. IIlpuMedaTeIbHO, UTO ABE
BHYTPUBHIOBbBIE (OpMBI 061IeCTBEHHON TToTIeBKU Microtus socialis oObe-
JTVMHUJICH B OOIIUI cyOKIacTep Ha CAaMOM HUKHEM YPOBHE UEPAPXUHU U
MPUCOEMHUIIUCE K TTI0JIEBKE-9KOHOMKe. B TaHHOM BapuaHTe CpaBHEHUS
npencrasuresu Sumeriomys u Terricola BHOBb HaxoaATCst B 0011eM 60JIb-
IIOM KJIACTEPE, UTO, MO-BUIUMOMY, OTPAKAET ONpeleIEHHOE CXOICTBO B
MopdoreHese ux 3y6HON cucTeMbl. THTEPECHO 3aMETUTH TaKXKe, 4TO
NPEeJCTABUTENN PA3HBIX MOAPOAOB poja Microtus MHTETPUPOBAINCH B
ob1ieM cybKkiacrepe.

Wrorn npoBeieHHBIX CPABHEHUI TTO3BOJISTIOT 3aKIIOYUTD, YTO TTOIXO]I,
HCITIOJIB3YIOTIHIT COUeTaHe TOMOJIOTHYHBIX COCTOSTHUI MPU3HAKOB 3y6OB,
IOCTaTOUHO 3(pdEKTUBEH NMPU CPABHEHUN TAKCOHOB PA3HOTO YPOBHS 9BO-
JIOIMOHHOM mBepreniu. Heo6XoamMo Takske OAYEePKHYTh, UTO TIPH TaK-
COHOMHMYECKOM HCIIOTh30BAHUU OTIEJIbHO B3SITHIX MIPU3HAKOB, HAIIPIMED
nokasaTeJiell CKIa[uaTOCTH, UMEIONINX KOJNYeCTBEHHYIO TIPUPOY Bapbu-
POBaHUs, 3aTPYAHUTETBHO TPOBOAMUTD COTIOCTABJIEHHE W IMATHOCTUKY TaK-
coHOB. B atom caryuae caenyer corsacutbest ¢ P Aurepmann (1973) B Tom,
YTO «sIBJIEHIE TOMOJIOTUYECKOI U3MEHYIBOCTH 3aCTABJISIET C OCTOPOKHOC-
THIO OTHOCUTBCST KO BCEM BBIBOZIAM, C/IEJTAHHBIM HA OCHOBE (DOPMBI OT/IEITh-
HBIX 3y00B» (c. 114). OgHako ecau BbIABIeHHYIO P. AHrepMaHH roMOJIOrH-
YECKYI0 M3BMEHYMBOCTH 3yOOB PACCMATPUBATH MHOTOMEPHO BO BCEX €€ TPO-
SIBJIEHUSX, TO, HATPOTUB, BO3HUKAET BO3MOKHOCTb IMTPOBOIUTH d(DheKTnB-
HOE TPYIIIOBOEe CpaBHEeHMe TakcoHOB. [lo coueTanmio MpU3HAKoOB, XapaKTe-
pU3YIOMKX MOP(MOTUITHYECKYIO UBMEHYUBOCTH 3yOOB, CTAHOBUTCS Pealb-
HBIM OIIEHUBATh KaK HAINIPABJIEHUs, TAK U CTENIEHb 9BOJIOIIMOHHON AUBep-
TEHITNU CPAaBHUBAEMBIX TAKCOHOB.
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Puc. 3.10. Knacmepnwuii ananus (memod Yopoa) mopphomunuueckozo pasnoodpasus
8 maxconos no uacmomam ecmpeuaemocmu (% ) CoOCMOsHUL NPUIHAKOB 3YOHOU
cucmemvt (no: Anzepmann, 1973, mabn. Ne 3)

3.2.TOMOJIOTUYECKAA NSMEHUYNBOCTD
HEMETPNYECKUX ITPU3HAKOB ¥ I'PbI3SYHOB

MeJikue TUCKpPETHBIE BAPUAIINY B CTPOCHUHN Yeperia MIICKOTTUTAIOINX
u3aBHa OB U3BECTHBI aHATOMAM U 300Ji0TaM. VcTtopudecku Hauboiee
U3BECTHBIM ITPUMEPOM TAaKOTO POJia MBMEHUMBOCTHU SIBJISIETCS] 3HAMEHUTAST
«KOCTh MHKOB» — 060COOIEHHDIHT KOCTHBIN 9I€MEHT YeNTyH 3aThLIOTHOT
KOCTH, BCTPEUYAIOTIUICS ¢ IOBOJBHO GOJIBIION YaCTOTOH Y UeperoB 13 apxe-
onorndecknx nmamsaTHUKOB IOsxuHO0IT AMepuku (beictpos, 1967; Porukos,
Mogcecstr, 1972). Kax yske TOBOPHIOCH, GOJIBIIIOE KOJTMIECTBO JUCKPETHBIX
npusHakoB ckesera («minor skeletal variants» ) Gb1L10, omncano U geTaabLHO
M3yYEHO Ha JIMHEHHBIX MbIIaxX aHrinickuMu rererukamu (Griineberg, 1950,
1952a,6, 1955, 1963; Searle, 1954a,8B,c; Deol, 1955; Deol, Truslove, 1957;
Truslove, 1961). IIpu aToM HEepBOHAYAIBHO CUNTAIOCH, YTO JAHHDBII BUL U3-
MCEHYMBOCTH XapPaKTEPEH TOJbKO IJIA ]Ia60paTOprIX JIMHENHBIX JKUBOTHBIX
U CBSI3aH C UX BBICOKOW TOMO3UTOTHOCTHIO, KOTOPAsi B CBOIO OYEPEb UMEET
ciieficTBUeM cHUKeHre romeoctasda passutiist (Lerner, 1954). Oxnako x Tomy
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BpeMeHH yske ObLti usBectHbl paboThl Bebepa (Weber, 1950), kotopsrii mo-
Ka3aJ CyIeCTBOBAHIE PA3IMYUN B 4ACTOTAX CKEJIETHBIX BAPUAIIUN MEKIY
TIPUPOAHBIMU TOMYTATNUAMUN IOMOBBIX MBIIIEN 1 3aKJIIOYNJI, YTO 9TU BapyaH-
TBI MOLYT CJLy’KUTb «UHCTPYMEHTOM» 9KOJIOTHYECKUX UCCIe[0BaHui, 0co-
GEHHO TIPU OTIPE/IETIEHHON CTETIEHN U30JISIUI MOMY SN KaK PermpoIyK-
TUBHBIX efuHUTL. C TeX MOp bl Psijl IUKUX TOIMYJISIIAN MbITIeH B pasJind-
HBIX YaCTSX cBeTa ObLT U3ydeH B 3TOM oTHOIIeHUU: B CeBepHOI AMepuKe
(Deol, 1958), B TTepyauckux Aupax (Harland, 1958 uur. mo: Berry, Searle,
1963), 8 Aursiu (Berry, 1963). Iptore6epr (Griineberg, 1961), nayuus yac-
TOTBI HOI[O6HI)IX TIPU3HAKOB B IOITYJIANNAX YEPHDBIX KPbIC Ha 3EPHOBBIX CKJIA-
nax B [lenmn (uaus), mHTEpIIpEeTHPOBAJ CBOM JIaHHBIE KaK /I0KA3aTeIbCTBA
renerrdeckoro apeida. A. Cupib (Searle, 1960) Taksxe onucan KBasu-He-
[IPEPHIBHYIO0 U3MEHYMBOCTD JIJISI CKEJIETOB MBIIIEi, 3y00B KOIIeK U co0aK B
Cunramype. Ha ocnoBanmnu Bcex atux nanubix P beppu u A. Cupib (Berry,
Searle, 1963) BbicKa3ajm MBICJb O TOM, YTO KBa3U-HEIPEPbIBHASI U3MEHUM-
BOCTb, KOTOPYO OHU OTHECJIN K 0COGO0M KaTeropuu ImoJuMophusMa, Ha3BaH-
HOTO VMU «3TUTEHETUIECKUN TTOTUMOPGU3M»>, HEe OTPAHUYUBAETCST TOJIBKO
OJTHIM BUJIOM — JIOMOBOM MBIIIBIO, @ MOKET ObITh OOHAPYIKEH U Y APYTHX
BU/IOB I'PBI3YHOB. OHI/I IIpoBeIn ].[e]IeHaHpaBJIeHHbeI TIOMCK 1 CPAaBHUTEJIb-
HBII aHAJTM3 CKeJIeTHBIX Bapuaiinii y 10 BUOB TPBIBYHOB, OTHOCSIINXCS K
TpeM mopoTpsigaM — Sciuromorpha, Myomorpha u Hystricomorpha
(cuctemarnka mo: Simpson, 1945).

Ormicas 6ostee 50 IMCKPETHBIX BapHalliil B CTPOEHUE Yepera U MocT-
KpaHUaIbHOTO cKesteTa, beppu u CupJib 0OHAPYKUJIM, YTO HEKOTOPBIE MIPHU-
3HAKW MOTYT BCTPEYAThCS Y PA3HBIX MTPe/ICTaBUTENEN TPBI3YHOB, HO HU OTMH
MIPU3HAK HE BCTPETUJICS Y BCEX BUIOB. YCTAHOBJIEHO TAKIKe, YTO Y PsIIa BU-
JIOB IPUSHAKK MOTYT ObITh (DUKCHPOBAHBI, T.€. UMETh YaCTOTY BCTPEUAEMOC-
tn 100%, Torma Kak y Ipyrux ux mposiBjenne MOKeT BapbupoBath. Hepemku
carydau (pUKCAIN aJIbTePHATUBHBIX COCTOSTHUN JakKe Y OJIM3KOPOICTBEHHBIX
BUIOB. ITa paboTa Chirpaja 0ueHb OOJIBIIYIO POJIb B TIOCJAEAYIONEM Pa3Bu-
TUW MTOMYJISIUOHHO-MOP(HOTIOTMUECKUX UCCIENOBAHNI MJIEKOTTATAIONTUX.
[Tocme ee BbIxozia 04eHb MHOTHE 300JI0TH HA PA3HBIX BUIAX MJIEKOMTUTAIONIIX
MBITAJMCH UCIIOJIb30BATh JJaHHBIC TPU3HAKHW AJIA OTIMCAHWA BHyTpHBHI[OBOfI
M3MEHYNBOCTH, CBSI3AHHOM ¢ reorpahuuecKuMU Ui 9KOJOTHIECKUME (haK-
TOpaMU, WU JIJI1 BBISABJICHUA HOHyJIH].[HOHHOfI CTPYKTYPbI BUIOBOTO HaceJsie-
HUS ¥ PellieHnst IpobJieM BHYTPUBHUIOBON CUCTEMATUKH.

B 6ubmmorpadudeckom 0630pe Bayuo (Bauchau, 1988), Hacunrbisa-
toreM 97 mybsmkanuii, Beiieamux ¢ #Havasa 50-x rogos XX B., IPUBEIEH
CIUCOK y3ke u3 40 BUOB MJIEKOMUTAIONINX, B TOM YKcCie 24 BUIOB I'PHI3Y-
HOB, Ha KOTOPBIX OBLIN MTPOBEEHDI UCCJEOBAHNUS C UCIIOJIb30BAHIEM He-
METPUYECKUX IPU3HAKOB cKesieTa. OHAKO CIeAyeT OTMETUTD, 4TO B TOM
CIMCKe OYeHb ¢Ja00 TPEICTaBICHbI UCCAEOBAHUS PYCCKOSI3BIUHBIX aBTO-
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poB. B nociennue aBa gecaTHIETAS YACIO0 TOAOOHBIX PabOT Kak B MUpeE,
TakK ¥ B HaIEN cTpaHe TMPOJ0JIKAET PACTH.

B pyciie henernueckoro HarrpaBIeH s, HHTEHCUBHO PA3BUBAEMOTO OTe-
yectBeHHbIMU 300J10raMu B 1970—1990-e roanr (Tumodees-Pecosckuii u mp.,
1973; dA6a0k08, 1978, 1980; Bosbimakos u ap., 1980; Bacunbes, 1984, 1988,
1992, 1996, 2005; A6m0k0B, JlapuHa, 1985), TOSBUINCE TTyOJHKAIMHN TIO TIEJI0-
My pH[[y BUIOB MJICKOITUTAIOMINX, TIPITYEM 60.71]3]_[13}?[ YaCThb U3 HUX ITOCBAIIICHA
rpeizynam (Bosbimakos, Bacuibes, 1975; Epemuna, 1976; 1978; Jlanmos,
1976; Bacubes, 1984, 1992, 1996; Bacuibesa, Bacuibes, 1984, 1992; Boub-
rakoB u ap., 1985; Jlucun, Bacuspes, 1985; Bacuibes u ap. 1986, 1996a, 1999,
2000, 2003; Jlapuna, Epemuna, 1988; Tasakrronos u ap., 1991; Banach et al.,
1995; Bacusbes u ap., 19966; Bacuibes, Bacuibesa, 1997, 2005; Kopabies n
1p., 1997; Vasilyev, Vasilyeva, 1995; Vasil'eva, 1999; TTeckos, Emesbstros, 2000;
Bacumbesa u p., 2003, 2005, 2008). [TpoBoaminch TakKe NCCIETOBAHNS Ha-
cekomosibIx (Zakharov et al., 1991, 1997; Bosbmiakos u ap., 1996), xuiHbix
(Bypnun, Mamuros, 1988; Tiyukosa, Kopabiies, 1997; Kopabiies, Anekceesa,
1997; Monaxos, 2001; Bacumnbes u ap., 2004; Ansorge et al., 2009), Brirtouast
sacroHorux (Berry, 1969; Banenxwii, 1978; Zakharov et al., 1997), kuroGpas-
Hbix (L1610Kk0B, 1966; Evans, Yablokov, 2004), a Takske mapromnanbix (Ipomos,
Crkyuikus, 1986; Kopabiies, 1997).

[TepBast IOMBITKA CHCTEMATU3UPOBATH HAKOMUBITYIOCS WH(DOPMATTIIO
U €O3/1aTh KaTajaor (heHOB HEMETPUUECKUX TTPU3HAKOB Uepera JIJIst OTpsizia
IPBIBYHOB B IiejioM Oblaa npeanpunara H.W. Jlapunoii u 11.B. Epemunoii
(1988). Ha ocHoBe cOOGCTBEHHBIX MaTEPUAJIOB U U300PaKeHUN YePEIoB
TPBIBYHOB B OTIPEJIEJUTENSIX U CBOJIKAX OHU COCTABUJIN MPOCTEKTUBHBINM
KaTaJor BCTPEYAeMOCTH HeMeTPUUYEeCKUX Bapralliuil uepera u 3yOHOil cuc-
TeMbI /17151 63 POIoB IphI3yHOB U3 17 ceMelicTB, BKIOYast NCKoraeMbie op-
MbL. [Ipu 3TOM aBTOPBI CTPEMUJINCH OMUCATH BapUAIUK MAKCUMAJIbHO TIOJI-
HO U ApOOHO, IOBOIA UX 0 CAMBIX MEJKUX HIOAHCOB AUCKPETHON M3MEHUM-
BOCTH YKCJIa YEPEITHBIX OTBEPCTHH, (hOPMBI OT/IEJIbHBIX KOCTEW U NBOB, a
TaKKe 0COOEHHOCTel KeBaTeJbHOIl TOBEPXHOCTH 3y60B. DTO, OAHAKO, B
MOCTEAYIONEM 3aTPYAHUIO UX MPAKTUUECKOE UCITOJBb30BAHNE APYTUMHU
HCCJIEZI0OBATENISIME, U, KPOME TOTO, MHOT/Ia BCTPEYAINCh SIBHO OMIMO0YHBIE
pemenus. Hanpuwmep, na pucynke 1 (Jlapuna, Epemuna, 1988) Bucounoe
OTBEPCTHUE MAJIO JIECHON MBIIIN 10T HOMepoM 21 TIpUBeIeHO B COOTBET-
CTBME C MIOCTIJIEHOMIHBIM OTBEPCTHEM Y OOBIKHOBEHHOTO CypKa. besyciios-
HO, 06a OTBEPCTHUS PACIIOJIOKEHBI Ha YelyiuaToii KOCTH, HO He MOTYT ObITh
UAeHTU(UIIMPOBAHBI B KAYECTBE OJIHOTO M TOTO JKe MTPU3HaKa.

Hecmotpst Ha T0, 4T0 B 9T0ii G0JIBIIONI 1 MHTEPECHOU paboTe BCTpeda-
I0TCsI TIPOTUBOPEYHSI ¥ OT/EJIbHbIE CIyYan OMMOOYHO TPOBEAEHHO roMO-
JIOTM3aIMU HEKOTOPBIX TTPU3HAKOB, aBTOPHI MMOKA3aJIU MPUHITUITHATBHYIO
BO3MOKHOCTh OOHAPY KEHUS Tapajlie/IbHbIX BapUALUi y PasHbIX TAKCOHOB,
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YTO ITO3BOJINJIO HAMETUTH 06]_[[1/16 TIPUHITUIIBI U TTOAXOABI K KaTaJO0TU3aIlnn
STHUX CTPYKTYP. B 1I€IOM cireyeT OTMETUTB, uTO ocse paboter P. Beppu u
A. Cupuist (Berry, Searle, 1963) ato HauboJiee o6cTosITeIbHAS U HanboJiee
MOJIHAST CBOJIKA HA PYCCKOM SI3BIKE 10 JAHHOU pobJieMe 10 HACTOSIIETO
BpPEMEHH, U UMEHHO OHa OBLIa MPUHITA HAMHU 32 OCHOBY TIpU pa3paboTKe
pabouero Katajgora HEMETPUIECKUX MTPU3HAKOB.

ITo HallleMy MHEHWIO, 9TUM 3HaY€HUE IBYX JaHHBIX Hy6JII/IKaLII/IIL/,I HEC
ncueprnbiBaeTcsa. BTopoil He MeHee Bay)KHBINM acTIeKT COCTOUT B TOM, UTO B
HUX COBEPIIEHHO OTIPEIEJIEHHO 0OpallleHO BHUMAaHUE Ha MapaJlie/Iu3M B
M3MEHUYMBOCTU JTUCKPETHBIX TTPU3HAKOB CKEJIeTa PA3HBIX BUIOB MJICKOIH-
TalOUNX U MTPUHIUITNAJIbHYIO BO3SMOKHOCTD X TOMOJIOTU3aIllNN. O[[HOBpe-
MEHHO € 9TUM BO3HMKJIA U BBIILIA HA IEPBBIN I1aH IPo6IeMa KOPPEKTHON
TOMOJIOTU3AINN HEMETPUUYECKUX TTPU3HAKOB CKeJieTa TIPU CPABHUTEIbHBIX
UCCJIEIOBAHUSIX PA3HBIX BU/IOB TPBI3YHOB, KAK HAOOJIeE NU3YUEHHOI B 3TOM
OTHOMICHUUW TPYIIIHI MJICKOITUTAIOMINX.

3.2.1. IIpo6iemvt 20M0N02U3AUUU HEMEMPUHECKUX NPUSHAKOE
Y epuI3yHo6

Bo MHOruUX ciyyasix [jisl MpaBUIbHOI rOMOJIOTH3AIUU CTPYKTYP [10-
CTaTOYHO MPOCTOTO BU3YAIbHOTO CPABHEHUST MECTOIOJIOXKEeHU (JIOKaIn3a-
I[UW) ¥ BHENTHETO BU/Ia Bapuauu. HeTpyHo 3aMeTHTb, 4TO TIPU 9TOM TIPO-
UCXOJIUT TIO/ICO3HATENbHOE TPUMEHEeHNE ePBBIX JABYX KPUTEPUEB 110 Pema-
He (Remane, 1955), a UMEHHO: «KpUTEPUS MOJOKEHUSI> U «KPUTEPHUSI
CIIEIMATIHOTO KauecTBa». Kak mpasuiio, 6e3 0coObIX 3aTpyIHEHWIT HA WH-
TYUTUBHOM YPOBHE YIA€TCsI TOMOJIOTU3UPOBATH BAPUAIIUH HATTUYHS-OTCYT-
CTBUS WM M3MEHEHMUST YKCyia GOMBITMHCTBA YEPEITHBIX OTBEPCTHI JIIsT TIPO-
XOKJIEHUST COCY/IOB M HEPBOB, PEAYKIIMK WJIN, HA00OPOT, MOSIBJCHUS J10-
TIOJIHUTENBHBIX KOCTHBIX CTPYKTYD. B ciyuae 3atpynHeHuii MpuxoanTcs
npuberath K TPETHEMY U3 YIOMUHABIIUXCS KPUTEPUEB TOMOTOTH3AINT —
«KPUTEPUIO CEPUM MEPEXOTHBIX (DOPM». B HEKOTOPBIX CUTYAIMSIX TOMOJIO-
TU3aIMsI CTAHOBUTCS BO3MOKHOI TOJIBKO MOCJE TIATEJbHOTO aHATN3a
BHYTPHUTPYIIIIOBOI M3MEHYMBOCTH COCTOSTHUI KOHKPETHOTO MPU3HAKA Y
BCEX CPaBHUBAEMbIX BUI0B. OcOOYIO POJIb MTPU HTOM UTPAET YUET aCHMMET-
PUYHOCTH BbIPA’KEHUs IIPU3HAKOB HA JIEBOI U TIPAaBOIi CTOPOHAX Yepera.
Co6CTBEHHO, UMEHHO aCHMMETPUYHOE BHIPAKEHUE JUCKPETHBIX MTPU3HAKOB
Ha Pa3HBIX CTOPOHAX TeJIa U TTOCIYKUJIO IOTIOTHUTETHHBIM ITPAKTHUYECKUM
KPUTEPUEM OTHECEHUs MX K KATETOPUU «IMUTEHETHYECKOTO MOJTUMOpdu3-
May, T.e. K TaK Ha3bIBAEMBIM «KBa3WHEIPEPBIBHBIM> MOPGOIOrHIECKUM
IPU3HAKAM, UMEIOIIM ITOPOTOBYIO TIPUPOLLY.

[Iprmeps! «0UeBUIHON», MHTYUTUBHOM, TOMOJIOTU3AIIH COCTOSTHUI
OJIHOMMEHHBIX TPU3HAKOB Y PA3HBIX BUIOB TPHI3YHOB B N300WIUY MTPUBE-



104 A.l. Bacumves, U.A. Bacunvesa. TOMOJIOTHYECKAA HUBMEHYUBOCTD ...

JIeHbI B yOMstHYThIX paboTax P. Beppu u A. Cupuis, a takxe H.I. Jlapu-
Hoit u .B. Epemunoit. Mbl Takke 00Cy:KaaeM psiji MOJOOHBIX TIPUMEPOB
BU3YaJTbHOW TOMOJIOTH3AIUA HEMETPUYECKUX MTPU3HAKOB U UX COCTOSHUI
— ¢enos: FHgsi u FHgdu, FeMs, FeBs*, RxMo(-), FFr, FEtdu, FsFrfm*,
FTm, MeTm, FnPa*, OsIpbi*, FPodu, FMxzm, MgPlpolc, FMtacan,
FMbacsu u FMbacif, M3(-), m3(-) u ap. IToiHbie HazBaHWs TPU3HAKOB U
(henos mpuBesensr B Katanore (tabu. 3.1). Be3ycioBHO, Bce crydau 371€ch
yKa3aTh TPOCTO HEBO3MOKHO KaK M3-3a 06uus npusHakos (6osee 120),
TaK ¥ U3-3a OOJIBIIOrO YKC/Ia CpaBHUBAEMBIX TakCcOHOB (Goee 60). ABropa-
MU BbintosiHeHo cBbinie 600 mudpoBbix Mukpodororpaduii heHos s
GOJIBITUHCTBA TPOAHATM3UPOBAHHBIX TIPU3HAKOB M CO3/[aHa CIIPABOYHAsI
6aza WIOCTPATUBHBIX MATePHANOB («ATiac PeHOB HEMETPUUECKUX TTPH-
3HAKOB TPBI3YHOB» Ha CD) /1511 TpOBeIeHNST CPaBHUTENBHOTO (heHeTHIec-
KOTO aHaJIN3a.

O/1HAKO TTPUXOUTCS TPU3HATD, YTO B OTJIEIHHBIX CAYUasX TPOTIELY-
pa BU3YyaJbHOI rOMOJIOTU3AIUN CTAHOBUTCS pobaeMaTuaHo. TlosicHuM
3TO Ha npuMepe us Toii ke cratbut P. Beppu u A. Cupist (em. Berry, Searle,
1963), riie Ha pucyHKax 7 u 8 M306paKeHbI BapUAINN B CTPOEHUH OBATbHO-
TO OTBEPCTUS y YeThIpeX BU/IOB TPBI3YHOB: MOPCKOH CBUHKH, KAPOJNHCKOHN
GeJIKM, HOPBEKCKOTO JIEMMIHTA U TEMHOU TT0JIeBKH. PaccMOTpuM 311 pu-
CYHKH, CHENUATBHO U3MEHWUB UX PAcHojiokeHue. M300pakeHust B JTaHHOM
cirydae ObLIM pa3BEePHYTHI B OJHY 1 Ty ke cropony (puc. 3.11 A, B, puc.
3.12 A, B). ¥ kaxmoro Busa beppu u CupJsib BbIZIETUITHN TI0 IBA COCTOSTHUS
OBAJILHOTO OTBEPCTHST: OJIMHOYHOE (BBEPXY) U yABoeHHOE (BHU3Y). Bo Bcex
ATUX CIAYYasaAX JeHCTBUTENBHO PACCMATPUBAETCS 0OJACTH OBAIBHOTO W
KPYTJIOTO OTBEPCTUI M UX TTOPa3/leIeHHOCTh KOCTHBIMU 2JIeMEHTaAMU.
OmHako HaM TIPEJICTABJISIETCS, YTO B JAHHOM CJIydae TOMOJIOTH3AIUS dJie-
MenToB anucdenonsa (os alisphenoideum) Gbiia HEKOPPEKTHOIL, TOCKOJIb-
Ky PeYb UeT O HATHMYNU (BHU3Y) U PEAYKIUU-OTCYTCTBUU (BBEPXY) TPEX
Pa3HBIX, HETOMOJIOTUYHBIX APYT APYTY JI€MEHTOB CTPYKTYPbI KPBITOKJIN-
HOBH/IHOW KOCTHU: Y KapOJUHCKON Gekn mokasana peyKiius 60K0oBoi
KPBIJIOBUHON TiIacTUHKY (cM. puc. 3.11), y HOPBEKCKOTO JIEMMUHTA Baph-
UPYET TPOSBICHIE APYTOTO dJIeMEHTa — aTUCHEHOUIHOTO CTOIONKA, a
TEMHOW MOJIEBKU — BEHTPAIBHON YaCTH MEAUATBHOTO CTONONKA annucheHo-
Ua, pas/iesisgionero OBaJbHOE U KPYTJI0€e OTBEPCTUSI UBHYTPU (CM. pUC.
3.12). ¥ Mopckoit cBUHKH, KaK ¥ Y TEMHON MTOJIEBKU, BAPbUPYET TIPOSIBJIE-
HUe MeJUaJbHOrO CTOJOMKA, HO ero Jop3ajibHoil yactu (cm. puc. 3.11). B
CBSI3U C 9TUM, 110 HAllleMy MHEHUIO, TIPOIelypa TOMOJIOTH3AIIH OTIETbHBIX
2JIEMEHTOB CTPYKTYPBI OBAJIBHOTO OTBEPCTHSI, KAK M BCETO KPBIIOKINHO-
BUIHOTO (anucheHonIHOT0) OTAesa Yepera, ¥ Pa3HbIX BU/IOB I'PbI3YHOB
3aCITy;KMBAET MIPOBEJIEHNUSI CIIEITATBHOTO CPABHUTETBHO-MOP(HOIOTTIeCKO-
TO MCCJIeIOBAHUS.
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Tabauma 3.1. Karanor ¢peHOB HeMeTPHUECKUX MTPU3HAKOB Yeperia
IpBIBYHOB mojiceMelicTs Arvicolinae, Cricetinae, Murinae.

Ne den 2 £
9] =
npus- HasBaHue KOCTH U [IPU3HAKA (cocrosHuE Kox dena =] P
Haka npu3Haka) < &
1 2 3 4 5 6
XoHapanbHbIe KOCTH Hepena

1. 3arsuiouHas kocts (Os occipitale)

1.1 Foramen condylare superius. Orcyrcreue FCnsu(-) 1
BepxHee MbiLLe KOBOE OTBEPCTHE Hanuune FCnsu 2 9.1

ViBoeHHoe FCnsudu 3 8.1

1.2 Foramen condylare inferius. OtcyTcrBue FCnif(-) 4
HukHee MblLIEIKOBOE OTBEPCTHE Hasnuue FCnif 5 9.5

1.3. Foramen nervi hypoglossi. OnuHouHoOe FHgsi 6
OTBepcrre noabsI3bI4HOrO HEpBa YanpoeHHoe FHgdu 7 3.25

VYrpoeHnHoe FHgtr 8
Yuersepennoe | FHgqu 9

1.4 Foramen nervi hypoglossi laterale. OtcyrcrBue FHgla(-) 10
BokoBo€ M0 BsI3bIMHOE O TBEPCTHE Hanuume FHgla 11 9.1

1.5. Foramen fossae occipitali. OnuHo4HOE FFsOcsi 12 9.8
OtBepcrye Ha 3aTbIJIOYHON KOCTH B | YMHOMKEHHOE FFsOcmx 13
COUIEHOBHOH sIMKe

2. CocueBunHas 4acTb kKamMeHUCTol kocTu (Pars mastoidea 0ssis petrosi)

2.1. Fenestra mastoidea. OxHo Ha OrcytcrBue FeMs(-) 14 6.1
COCLIEBUIHO M 4aCTH KaMEHHUCTOMH Hanuuue FeMs 15 3.26
KOCTH VYaBoenHoe FeMsdu 16 6.1

2.2. Coalitio partis mastoidei ossis OtcyTcrBUe CoMsTp(-) |17
petrosi et ossis tympanici. Hanuuue CoMsTp 18
Cpacranue MaCTOH/IHOM HacTH
KaMEHHUCTOM KocTu U OapabaHHoOM
KOCTH

3. OcHoBuast kanHoBUaHAs kocTb (Os basisphenoideum)

3.1 Fenestra basisphenoidalis. Okno Ha | OtcyTciBHE FeBs (-)* 19
BEHTPAIBHON CTOPOHE OCHOBHO Hanuune FeBs* 20 3.24
KJIMHOBUIHOH KOCTH

3.2 Foramen basisphenoidale medium. OrcytcrBue FBsme(-)* |21
Cpeaunnoe orseperre Ha ocHoBHOM | Hanuuue Fbsme* 22 3.24
KJIMHOBUAHOHN KOCTH

3.3 Foramen basisphenoidale laterale. Orcytcrsue FBsla(-) 23
BokoBoe oTBepcTUe Ha BeHTpanbHol | Hannuue Fbsla 24 3.24
10 BEPXHOCTH OCHOBHOH
KJIMHOBUIHOH KOCTH

4. KpeuoknuHoBuanas koctb (Os alispenoideum)

4.1. Lamina lateralis processus Peayumposana | LmPtla(-) 25 6.1
pterygoidei. Bokosas kpbinosuanas | HopmanbHo LmPtla 26 3.11
[1aCTHHKA, (opMHUpYIOILas pasBUTA 3.14
narepalbHbIH Kpal KpbUIO BUIHOM
saMku (fossa pterygoidea)
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ITpomoskenue Tabauib 3.1,

1 2 3 4 5 6
42. Stylus alisphenoideus posterior. Pemyuuposan StAspo(-) 27
3anuuii cTon0uK anuchenonna Hopmansao StAspo 28 3.14
pasBuT
4.3, Stylus alisphenoideus. Cobctsento | OrcyTerBre StAs(-) 29
anuceHOUaHbII CTONOMK, Hanuuue StAs 30

HMEIOIME BHJ KOCOI KOCTHOM
MJIACTUHKH WK «DaJIKnY,
paszensromeli 06;1acTH OBAIEHOTO U
KPYTJIOr0 OTBEPCTHH ¢ laTepanbHOMU
CTOpOHbI anuchenonaa

44, Stylus alisphenoideus medialis. Penyuuposan StAsme(-) 31 3.11
MenuanbHbli anucheHOUTHbINH Hopmansao StAsme 32 3.14
CTONOHUK, GOPMHUPYIOMHUIT pparMeHT | pa3BHT
BHYTPEHHEH (10p30-MeaHanbHOMN)
CTEHKH aTHC(QEHOUIHOTO KaHala U
paznessoLnii OBabHOE U KPYrioe
OTBEPCTHS € J0P3aJIbHON CTOPOHbI

anucheHonaa
45. Stylus alisphenoideus lateralis. OrtcyrtcTBHE StAsla(-) 33
JlatepanbHblii amucheHOUTHBII Hasune StAsla 34 3.14

cTon0MK, yuacTByIOLLH B
(opMHEpOBaHHY BHEIHEeH CTEHKH
anuceHOMAHOrO KaHana B 00nacTu
obImelt BIIaAUHBI OBATBHOTO U
KPYIJIOTO OTBEPCTHH

4.6. Trabecula alisphenoidea obliqua. OrtcyrtcTBHE TbAsob(-) 35
Kocast kocTHas nepembluka, Hanuuue TbAsob 36 3.14
COEAMHSOLLAs ATMCHEHOUAHbIH
cTo0HK (StAs) U TOp3anBHYIO
4aCTh MEANALHOTO CTONONKA
(StAsme) MexTy OBJIBHBIM H
KPYLJIBIM OTBEPCTHAMH

4.7 Trabecula alisphenoidea transversa. | OrcyTcTBUE TbAstv(-) 37
[MonepeyHas KOCTHas MEPEMbIYKa, Hanuune TbAstv 38 3.14
COEMHSIIOLIAs MEANAIbHbIH
cTo0uK (StAsme) Mexay
OBQJIbHBIM W KPYTJIBIM OTBEPCTUSIMU
U anucheHOUTHHBIH cTonbuk (StAs)

4.8. Trabecula alisphenoidea ventralis. Penyuuposana | TbAsve(-) 39
BenTpanbHas anucheHouHas Hopmansao TbAsve 40 3.12
neperopoka, GopmupyioLias pa3BuTa 3.14

BEHTpPAaIBHBIH Kpall 0BaJIBHOTO
OTBEPCTHA U OPaIBHBIA Kpai
MEAHUAJIBHOTO PBAHOI0 OTBECPCTUS
(foramen lacerum mediale)

49. Incisura dorsalis foraminis ovalis. OrcyTtcTBre Iedo(-) 41 321
Bripeska nop3anpHOTO Kpas Hasmune Icdo 42
0BAJIbHOIO OTBEPCTHS
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[Iponosokenue tabuipr 3.1.

1 2 3 4 5 6

4.10. Incisura ventralis foraminis ovalis. Orcyrcreue Ieve(-) 43
BbrIpe3ka BeHTpalIbHOTO Kpas Hanmuuue Icve 44 3.22
OBAJILHOTO OTBEPCTHS B
MeIMaTbHOM HalpaBlIeHUH

4.11. Foramen rotundum minutum. OrtcyTeTBHE FRtmn(-) 45 321
Penykuus kpyrnoro orseperus npu | Hanuune FRtmn 46
CMEIIEHUN MeHANTBHOTO CTOIONKA
(StAsme) B OpaibHOM HanpaBIEHHUM

4.12. Foramen columellatum. Oteepcrue | OtcyrcTBUe FCm(-) 47
B OCHOBAHHH MEIHATHHOIO Hamnune FCm 48 9.1
anucdeHOMAHOro cTONONKA Y ABOEHHOE FCmdu 49
(StAsme) ¢ nareparbHOM CTOPOHEI,

KOTOPOE MPOCMATPUBACTCS B 00LLEM
YITyONeHAN OBATHHOIO H KPYTJIOTO
OTBEPCTUIH

4.13. Foramen pterigoideum ventrale. Orcyrcreue FPtve(-) 50 6.1
OTBepcTHE Ha BEHTPAIBHOM Hanmuuue FPtve 51 11.1
CTOpOHE OOKOBOI KPBLIOBUAHOM
miactiuHkd (LmPtla)

4.14. Foramen ovale duplicatum. Orcyrcreue FPtvedu(-) 52
'YaBoeHue oBaibHOTO O0TBepeTud ¢ | Hanmuume FPtvedu 53
BEHTPAILHON CTOPOHBI.

415 Foramen ovale accessorium Orcyrcreue FOvacsu(-) 54

s superius. OtBepcrue Haf f. ovale Hamume FOvacsu 55 3.23

4.16. Foramen alisphenoideum dorsale. OrtcyTcTBHE FAsdo(-) 56
OrBepcTre Ha OpalbHO-AOp3aIbHON | Hanuuue FAsdo 57 8.1
HacTH anuc(eHonna

4.17. Foramen rotundum accessorium OrtcyTcTBHE FRtacsu(-) 58
superius. JIONOJHUTENILHOE Hanuuue FRtacsu 59 11.1
OTBEPCTHE HaJ, KPYTIIBIM
OTBEPCTHEM

4.18. Foramen rotundum accessorium Orcyrcreue FRtacan (-) 60
anterius. OTBepcTre Briepeau ot f. Hanmuuue FRtacan 61 9.1
rotundum

4.19. Foramen ovale accessorium OrtcyterBre FOvacpo-1(-) | 62
posterius . OtBepctue mo3amm f. Hanmuuue FOvacpo-1 63 9.1
ovale — |

4.20. Foramen ovale accessorium Orcyrcrue FOvacpo-lI(-) | 64
posterius II. OtBepctue mo3am f. Hanmuuue FOvacpo-II 65
ovale — 11

4.21. Foramen rotundum accessorium OrtcyTcTBHE FRtacif-I(-) 66
inferius 1. OrBepcTue cHuzy ot f. Hanuuue FRtacif-I 67 9.1
rotundum — |

422, Foramen rotundum accessorium OrtcyTcTBHE FRtacif-II(-) 68
inferius 1. OtBepcTe cHuzy ot f. Hannuue FRtacif-11 69 11.1
rotundum — II
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423 Ponticulus infraorbitalis. Kocthbrit OrtcyTcTBHE Pnlo(-) 70 320
MOCTHK B HH KHEH yacTu rimasHuiel | Hanuune Pnlo 71 9.1
B 00J1acTH abBEOJISIPHOTO Oyrpa,
00pa30BaHHbIH COETUHEHHEM
BBIPOCTOB OPAIBHOIO KPasi KPbLIa
anucdeHon1a ¥ BepxXHel 4esrocTH,

(hopMHpyeT TOp3aTbHYIO CTEHKY
KpblibHOTO oTBepCtHsi (f. alare)

4.24. Foramen alare superius. Bepxuee OrtcyTcTBHE FAlsu(-) 72
TOJIOXKEHHE BbIXO/A KPbLIBHOIO Hannune FAlsu 73 8.1
OTBEPCTHS

4.25. Foramen pterigoideum. Oteepctue | OnuHO4HOE FPtsi 75
0] KPBUTOBUAHBIM OTPOCTKOM Y aBoeHHOE FPtdu 76 6.1

5. TlepennexannoBuanas kocts (Os praesphenoideum)

5.1 Fissura infraorbitalis. OrtcyTcTBHE Fslo(-) 77
HuxHernasHuuHast weib — Hannune Fslo 78
TIPOMEIYTOK MEXKIY TJIa3HUYHOH
YacThIO NepeJHEKIHHOBHIAHOM
KOCTH U JIOOHOH KOCTBIO B HUIKHEH
YacTH IJIa3HUIIBI

5.2 Incisura praesphenoidalis lateralis. OrcyrcrBue IcPsla(-) 79
BoxoBas Belpe3ka Ha Tene Hanwnune IcPsla 80
NEePEeAHEKINHOBUAHOH KOCTH,

BUJIMMAs C BEHTPAJIbHOH CTOPOHBI

5.3. Radix metopticus. Peayuuposan RxMo(-) 81 6.1
3anHeraa3HUUHbIH KOPELIOK Hopmasnbsno RxMo 82
TiepeJHEeKTHHOBHIHOM KOCTH, Pa3BUT
OTrpaHUYMBAIOIINH 10p3aIbHbBIH
Kpaii 3pUTeIbHOTO OTBEPCTHS

IlokpoBHBIE KOCTH Yepena

6. Hocosas koctb (Os nasale)

6.1. Sutura nasofrontalis. ®opma n106HO- | BorHyTblii SuNfev* 83
HOCOBOTI'Q 11IBA Boinykiibiii SuNfex* 84 9.5

6.2. Foramen nasale. [TapHble oTBepctusi | OTCyTCTBHE FNs(-) 85
B CpelHeil yacTh HOCOBOM/bIX Hannune FNs 86 8.1
KocTu/el

6.3. Foramen nasale medium. Henapuoe | Orcyrcrsue FNsme(-)* 87
OTBEPCTHE B CpeIHEH uacTH Hanwnune FNsme* 88
HOCOBOH KkocTH B 00J1aCTH
MEIHUAJIbHOTO 111BA

7. Jlo6Hast kocts (Os frontale)

7.1 Foramen frontale orale. OpanbHoe OrtcyTcTBHE FFror(-) 89
orBepcTHe J0OHON KocTu B obsactu | Hannuune FFror 90
JIOOHO-MPETHENIIOCTHOTO 111BA

72. Foramen frontale medium. OrcyrcrBue FFrme(-)* 91
CpenuHHOe (MeIUalbHOE) Hanuune FFrme* 92
OTBEPCTHE HA IOP3ATbEHOH
TIOBEPXHOCTH JIOOHOM KOCTH
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7.3. Foramen frontale medium anterius. | OTcyTcTBHE FFrmean(- 93
MenaunanbHoe oTBepcTue B nepenncit | Hanuuue )* 94
Tperu 100HOM KOCTH FFrmean*

74. Foramen frontale dorsale anterius. OrcyTcTBUE FFrdoan(-) |95
[epennee nop3anbHoE JT0OHOE Hamnune FFrdoan 96 9.5
OTBEpCTHE

7.5. Foramen frontale dorsale posterius. | OrcyrcrBue FFrdopo(-) |97
3anHee gop3ajbHoe 100HOE Hannune FFrdopo 98
0TBEpCTHE

7.6. Foramen frontale anterius. OrcyTcTBHIE FFran(-) 99
[epenHenobHOE OTBEpCTHE Hamnune FFran 100 6.1

7.7 Foramen frontale. JlJobHoe OrcyTcTBHE FFr(-) 101
O0TBEPCTHE Hanmuune FFr 102 9.8

ViBoeHHOE FFrdu 103 6.1

7.8 Foramen frontale accessorium OrcyTcTBIE FFracan(-) 104
anterius. JIOMOJHUTENLHOC JTOOHOE Hannune FFracan 105 9.5
OTBEPCTHE BIEPE T OCHOBHOTO

7.9. Foramen frontale accessorium OrcyTcTBUE FFracif(-) 106
inferius. JIonoaHuTeNn bHOE J06HOE Hanuuune FFracif 107
OTBEPCTHE HINKE 0CHOBHOIO

7.10. Foramen frontale accessorium OrcyTcTBHIE FFracpo(-) 108
posterius. JlonmonHuTensHOE T0OHOE | Hamune FFracpo 109 11.1
OTBEPCTHE C3aXH OCHOBHOTO

7.11. Foramen orbitale anterius. ITepeanee | OrcyTcrBue FOran(-) 110
0pOUTANBHOE OTBEPCTUE Hanmuune FOran 111 9.5

7.12. Foramen orbitale inferius. Hisknee OrcyTcTBHIE FOrif(-) 112
0opOHTANEHOE OTBEPCTHE. Hamnune FOrif 113 | 11.1

7.13. Foramen ethmoidale. Pemetuatoe OrcyTcTBHE FEt(-) 114
O0TBEpPCTHE Hanmuune FEt 115

YIBOEHHOE FEtdu 116 9.8

7.14. Foramen ethmoidale accessorium OrcyTcTBIE FEtacif(-) 117
inferius. HikHee TOTOTHUTENBHOE Hamnune FEtacif 118
pEIIeTIaToe 0TBEPCTHE

7.15. Foramen ethmoidale accessorium OrcyTcTBUE FEtacan(-) 119
anterius. ITepenuee Hannune FEtacan 120 8.1
TOTMOTHATENEHOE PEIIeTdaToe
0TBEpCTHE

7.16. Foramen ethmoidale accessorium OrcyTcTBIE FEtacpo(-) 121
posterius. Hiokuee nononautensioe | Hanuune FEtacpo 122 8.1
pelIeTyaTOe OTBEPCTHE

7.17. Coalicio osseus frontalis. Cpacranue | < 50% CoOsFr* 123 11.1
JTOOHBIX KOCTEH: OTHOCHTENbHAS > 50% CoOsFr(-)* | 124
INHA MEXJIOOHOTO 111BA B
OTHOIICHNN K JIJIMHE KOCTH

7.18. Ossiculum interfrontale. OrcyTcTBHE OclIf(-)* 125
BeraBounas Mexn00Has KOCTh Hanuune OcIf* 127 6.1

7.19. Ossiculum interfrontale posterius. OrcyTcTBIE Oclfpo(-)* 128
BcraBounas Mexno0Has KOCTb B Hanmune Oclfpo* 129 3.27
abopaibHO acTn JOOHOTO IBA
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7.20. Fissura frontalis fusiformis. OtcyTcTBHE FsFrfm(-)* 130 | 6.1
BepetenoBuaHoe paciinpenue Hanuune FsFrfm* 131 327
MexJ100HOrO L1Ba
721 Fonticulus frontalis. JlJoGHas OtcyTcTBHE FnFr(-)* 132 | 3.27
(hOHTaHEIb B BUJIE «3BE3/bI» Hanuune FnFr* 133 6.1
(nepeiHUI POJTHUUOK)
7.22. Fenestra frontalis lateralis. «OkHo» | OTCcyTCTBHE FeFrla(-) 134
B abopasbHOit yacTy T0OHOH koctn | Hannuue FeFrla 135 9.1
B 00J1acTH JIOOHO-TEMEHHOTO LIBa
7.23. Fenestra frontalis. «OxHa» B OtcyTcTBHE FeFr(-) 136
cpeaHeii yactu JJ0OHOH KOCTH Hanuune FeFr 137
8. UYewyiiuaTas kocTb (Os squamosum)
8.1. Foramen temporale. Bucounoe OtcyTcTBHE FTm(-) 138 | 9.1
oTBepCTHE Hanuune FTm 139 6.1
Y aBoeHHOE FTmdu 140 9.5
8.2. Foramen temporale accessorium OtcyTcTBHE FTmacan(-) 141
anterius. [Tepennee Hanuune FTmacan 142 9.1
JIOTIONTHHTENIBHOE BUCOYHOE
OTBEpCTHE
8.3. Foramen temporale accessorium OtcyTcTBHE FTmacsu(-) 143
superius. Bepxuee nonosnutesnsHoe | Hanuuue FTmacsu 144 9.1
BHCOYHOE OTBEPCTHE
8.4. Foramen temporale accessorium OtcyTcTBHE FTmacif(-) 145
inferius. HuakHee JOMONHUTENBHOE Hanuuue FTmacif 146 9.1
BHCOYHOE OTBEPCTHE
85. Foramen temporale accessorium OtcyTcTBHE FTmacpo(-) 147
posterius. 3anHee nononuutensHoe | Hannuue FTmacpo 148 | 9.1
BHCOYHOE OTBEPCTHE
8.6. Meatus temporalis. Bucounsiii xon | OtcytcrBue MeTm(-) 149
Hanuune MeTm 150 9.5
V 1BOE€HHBIH MeTmdu 151
8.7. Foramen squamosum orbitale. OtcyTtcTBHE FSqor(-) 152
OpbutanpHoe 0TBepCcTHE Hanuune FSqor 153 9.5
yelyiuaTod kocTH
9. Temennast koctb (Os parietale)
9.1. Fenestra parietalis lateralis. Oxno B | OTcyTcTBHE FePala(-) 154
00J1acTH BUCOYHO-TEMEHHOTO 111Ba Hanuune FePala 155
92 Fonticulus posterior. @oHTaHenb B OtcyTcTBHE FnPa(-)* 156
001aCTH TEMEHHOTO 111Ba (33 1HUM Hanuuue FnPa* 157 3.27
POJHUYOK)
9.3. Ossiculum interparietale. OtcyTtcTBHE OcPa(-)* 158
MenunanpHas BcTaBo4YHas KocTouka | Hanmuuue OcPa* 159 328
B TeMEGHHOM LIIBE
9.4. Fragmentum mediale ossis OtcyTcTBHE FgPame(-) 160
parietalis. ObocoOnenue pparmenra | Hannune FgPame 161 |6.1
TEMEHHOH KOCTH B MEKTEMEHHOM
1iBe
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10. MesxremenHas kocTh (Os interparietale)
10.1. Os interparietale bipartitum. Orcyrcrsue Oslpbi(-)* 162
Pasnenenne MeKTEMEHHO KOCTH Hanuune Oslpbi* 163 3.28
IBOM
10.2. Foramen interparietale. OtBepctue | OtcyTcTBHE FIp(-) 164
Ha MEXKTEMEHHOI KOCTH Hanunune Flp 165 8.1
10.3. Foramen interparietale medium. OrcyrcrBHE FIpme(-)* 166
MennanbHoe OTBEPCTHE HA Hannune Flpme* 167 8.1
MEKTEMEHHOI KOCTH
10.4. Foramen interparietale laterale. OrcyTcrBue Flpla(-) 168
boxosoe oTBepcTHe Ha Hannane Flpla 169 8.1
MEKTeMeHHO# KOCTH
10.5. Ossiculum parieto-interparietalis. OrcyrcrBHE OcPalp(-) 170 |3.28
Bcrasownas kocTouka B 1mBe Mexay | Hamuuue OcPalp 171 9.1
TEMEHHOI 1 MEKTEMEHHON KOCTAMU
1. [MpenuentoctHas kocTh (Os praemaxillare)
11.1. Foramen praeorbitale. OrcyrcrBHE FPo(-) 172 | 9.1
[Ipenrna3suu4Hoe OTBEpCTHE Hannane FPo 173
Y npoeHHoe FPodu 174 1 6.1
11.2. Foramen praeorbitale anterius. OrcyTcrBue FPoan(-) 175
[lepentee npearnasHuyHoOE Hanuune FPoan 176 | 9.5
OTBEPCTHE HA GOKOBOI1 NOBEPXHOCTH
IpeIIeTIOCTHON KOCTH
11.3. Foramen praemaxillare medium. OrcyrcrBHe FPmme(-)* 177
CpenuHHOe OTBEpCTHE Ha Hannane FPmme* 178 9.1
BEHTPa/IbHOI NOBEPXHOCTH
NPEAYEFOCTHON KOCTH
11.4. Foramen praemaxillare medium Orcyrcrsue FPmmean(-)" | 179
anterius. [lepenuee meananbHoe Hannune FPmmean* 180 9.5
[IpenveTiOCTHOE OTBEepCTHE Ha
BEHTPaJIbHON TOBEPXHOCTH
11.5. Foramen praemaxillare medium OrcyrcrBHE FPmmepo(-)* | 181
posterius. 3amaHee MeIHAIBHOE Hamnnune FPmmepo* 182 9.1
NPEaYEOCTHOE OTBEPCTHE HA
BEHTPaJIbHOI NOBEPXHOCTH
11.6. Foramen praemaxillare ventrale OrcyTcrBue FPmvean(-) 183
anterius. [lepeanee BeHTpasbHOE Hannune FPmvean 184 8.1
[IpeIdeIOCTHOE OTBEpPCTHE
11.7. Foramen praemaxillare ventrale OrcyrcrBHE FPmvepo(-) 185
posterius. 3aaHee BEHTpabHOE Hannane FPmvepo 186 8.1
NPEaYeTOCTHOE OTBEPCTHE
11.8. Foramen praemaxillare laterale OrcyrcrBHE FPmlaan(-) 187
anterius. [Tepennee 60xkoBoE Hamnnune FPmlaan 188 9.1
NPeayeOCTHOE OTBEPCTHE
11.9. Foramen praemaxillare laterale. OrcyTcrBue FPmla(-) 189
bokosoe npenuentoctHoe orseperie | Hannune FPmla 190 9.1
11.10. Foramen praemaxillare laterale OrcyTcrBue FPmlapo(-) 191
posterius. 3anHee GokoBoe Hannune FPmlapo 192 9.5
[IpeIdeIOCTHOE OTBEpPCTHE
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11.11 Fovea praemaxillaris. OtcyTtcTBHE FvPm(-) 193
IIpenventocTras siMka Hanuune FvPm 194
HaBEHTpPaJbHOM MOBEPXHOCTH B
00J1acTH 11IBA C BEPXHEH YeN0CThIO

12. BepxHeuentocthast kocth (Maxilla)

12.1. Foramen maxillare zygomaticum. OtcyTcTBHE FMxzm(-) 195
BepxneuentocTHoe oTBepcTHE HA Hanuune FMxzm 196 |61
CKYJIOBOM OTPOCTKE

12.2. Foramen maxillare zygomaticum OtcyTcTBHE Fmxzmla(-) 197
laterale. BokoBoe BepxHeuentoctHoe | Hannuue Fmxzmla 198 9.5
OTBEPCTHE Ha CKYJIOBOM OTPOCTKE

12.3. Foramen maxillare zygomaticum OtcyTcTBHE Fmxzmor(-) 199
orale. [lepeHee oTBepCTHE Ha Hanuune Fmxzmor 200 8.1
CKYJIOBOM OTPOCTKE BEpXHEH
YeIIOCTH

12.4. Foramen maxillare laterale. boxosoe | OtcyTcTBHe Fmxla(-) 201
BEPXHEUEIOCTHOE OTBEPCTHE Hanuuune Fmxla 202 9.1

12.5. Foramen maxillare. OtcyTcTBHE FMx(-) 203 | 6.1
BepxneuentocTHoe oTBepcTHE Hanuune FMx 204 9.1

YaBoeHHoe Fmxdu 205

12.6. Foramen maxillare palatinum OtcyTcTBHe FmxPlan(-) 206
anterius. OTBepcTHE Ha HEOHOM Hanuuue FmxPlan 207 | 9.1
4ACTH BEPXHEH 4eMOCTH B 001aCTH
MEPBOro BEPXHEro EYHOro 3yda
M1)

12.7. Foramen maxillare palatinum OtcyTcTBHe FmxPlme(-) 208
mediale. MenuansHoe oTBepetre Ha | Hanmnuue FmxPlme 209
HEOHOM 4acTH BepXHEH uentocTu

12.8. Foramen maxillare palatinum. OtcyTcTBHE FMXxPI(-) 210
OrBepcryre Ha HEOHOM vacTh Hanuune FMxPI1 211 9.1
BepXHel 4eOCTH B 001acTH
BTOpOro wéuHoro 3yba (M2)

12.9. Fenestra maxillo-palatina. «OxHO» OT1cyTCcTBHE FeMxPa(-) 212
Ha HEOHOM yacTu BepxHel uemoctu | Hanuuue FeMxPa 213

12.10. | Foramen maxillare incissivum. OtcyTcTBHE Fmxic(-) 214
OtBepcTHe Ha BEHTPAIbHOM Hanuune Fmxic 215 6.1
TIOBEPXHOCTH BepXHeil UeTioCTH B
JlaTepanbHON yacTu yriayOneHus
00JIBLLIOrO PE3LOBOr0 OTBEPCTHS!

12.11. | Tperuii BepxHui weunsiii 3y6 (M3) | OtcyrcrBHe. M3(-) 216 | 6.1

Hanuune M3(+) 217

12.12. JlononHuTenbHbIH BepXHUH WwguHblil | OTCyTCTBHE M4(-) 218
3y0 («<M4») Hanuune M4(+) 219

13. Héo6nas xocts (Os palatinum)

13.1. Foramen palatinum duplicatum. OnunHouHOE Fplsi 220
Y BoeHHOE HEOHOE OTBEPCTHE VBoeHHOE Fpldu 221 324

13.2. Foramen palatinum minus. Manoe OtcyTcTBHE FPImn(-) 222
HEOHOE 0TBEpCTHE Hanuuune FPlmn 223 3.24
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13.3. Margo palatinus posterior. 3agamii | He 3aMkHyT MgPlpolc 224 | 9.1
Kpaii HEOHOI TTACTHHKA 3amMKHYT MgPlpocn 225

13.4. Coalitio palatini et maxillae. OrcyTcrBHE CoPIMx(-)* 226
Cpacranmne HEGHOM KOCTH € Hamare CoPIMx* 227
BEPXHEUEIIFOCTHOM

14. Hmxass gemocts (Mandibula)

14.1. Foramen mentale accessorium OrcyTcrBrE Fmtacan(-) 228
anterius. [Tepernee Hamuue Fmtacan 229 6.1
JIOTONHHUTENBHOE TOAG0POAOYHOE
OTBEpCTHE

14.2. Foramen mentale accessorium OrcyTcrBHE Fmtacsu(-) 230
superius. Bepxnee gomonmautensHoe | Hamawe Fmtacsu 231 11.1
110100POA0HHOE OTBEPCTHE

14.3. Foramen mentale accessorium OrcyTcrBre Fmtacpo(-) 232
posterius. 3aanee gonosnurenbHoe | Hanmume Fmtacpo 233 | 111
110100POA0HHOE OTBEPCTHE

14.4. Foramen mentale paraincissivum. OrcyTcrBHE Fmtpric(-) 234
Orsepcrye Ha 10p3abHON Hanuune Fmtpric 235 | 8.1
MOBEPXHOCTH PE3LOBOH HacTH
HIDKHEH 4emocTy BOIU3H JIbBEOJIbI
pesna

14.5. Foramen mentale paraincissivum OrcyTcrBHE Fmtpricla(-) | 236
laterale. OrBepcrue Ha GOKOBOH Hajmune Fmtpricla 237 | 95
MOBEPXHOCTH PE3LOBOH HacTH
HIDKHEH 4emocTy BOIU3H JIbBEOJIbI
pesna

14.6. Foramen mentale dorsale anterius. Orcyrcraue Fmtdoan(-) 238
Iepennee orBeperye Ha Hamune Fmtdoan 239 1938
JIOp3aIbHOM MOBEPXHOCTH PE3LOBOI
YaCTH HIDKHEH YeIIFOCTH

14.7. Foramen mentale dorsale. OrcyTcrBrE Fmtdo(-) 240
OrtBepcTre Ha Jop3aibHOi cropore | Hammame Fmtdo 241 | 95
PE3LOBOH YacTH HIDKHEH YEIFOCTH
Tiepet ambBeoIoi ml

14.8. Foramen mentale linguale. OrcyTcrBrE FMtlg(-) 242
OtBepcTre Ha TMHTBATHHON Hammane FMtlg 243 | 9.8
MOBEPXHOCTH LIEUHOM YyacTu
HIDKHEH YeIoCcTH B 00/1acTH
IbBEOJIbI [IEPBOTO HIKHETO
wiguHoro 3yda (m1)

14.9. Foramen mandibulae linguale. OrcyrcrBue FMblg(-) 244
OrBeperye Ha JIMHIBANIBHOMH Hamune FMblg 245
TIOBEPXHOCTY HIDKHEH YEMIOCTH B Y 1poeHHOE Fmblgdu 246
00IIaCTH BTOPOTO HIDKHETO INEIHOTO
3y0a (m2)
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14.10. Foramen mandibulae linguale OT1cyTCTBHE Fmblgpo(-) 247
posterius. OTBepcTHE Ha Hanuane Fmblgpo 248 11.1
JIMHIBATBHOH TOBEPXHOCTH HIDKHEH
YEJIIOCTH B 00J1aCTH TPETHETO
HIKHETO MEUHOTO 3y0a (m3)

14.11. Foramen massetericum. Oteepctre | OTcyTCTBHE FMas(-) 249
Ha MacceTepHo#t ruromasnke HivkHel | Hamuane FMas 250 9.1
4enocTy Belie linea obliqua

14.12. | Foramen mandibulare articulare. OtcyTcTBHE FMbat(-) 251
OtBepcTye Ha IMHTBATIBHON Hanuuune FMbat 252 | 95
CTOPOHE COWICHOBHOTO OTPOCTKA
HIDKHEH YeNocTy BOIU3U MBIIIeNIKa

14.13. | Foramen mandibulare accessorium OtcyTcTBHE FMbacsu(-) 253
superius. BepxHee nononHutensHoe | Hamuuue FMbacsu 254 | 95
HIDKHEUENIOCTHOE OTBEPCTHE

14.14. Foramen mandibulare accessorium OtcyTcTBHE FMbacif(-) 255
inferius. Huoxnee nononuurensuoe | Hannuune FMbacif 256 8.1
HIKHEUEITIOCTHOE OTBEPCTHE

14.15. | Foramen mandibulare accessorium | OrcytcTBUe FMbacan(-) 257
anterius. Ilepentee Hanuune FMbacan 258 | 95
JIOTOJIHUTENIbHOE HUIKHEUeMIOCTHOES
OTBEpCTHE, PACIIONIONKEHHOE Ha
PE3IOBOM BATHKE

14.16. | Foramen mandibulare accessorium | OrcytcTBUe FMbacpo(-) 259
posterius. 3anHee nononuuTenbHoe | Hanmmdue FMbacpo 260 | 6.1
HWKHEYENIOCTHOE OTBEPCTHE, 8.1
pacrhonokeHHoe B 061acTH
COWIEHOBHO-YTTIOBOH BBIPE3KH

14.17. Tpernii HIKAMN WETHBIH 3y0 (m3) | OtcyTeTBHe m3(-) 261

Hanuuune m3(+) 262
IlocTKpanHaNbHBIH cKeleT

15. Benpennast kocts (Fenur)

15.1. Foramen femoralis proximale. OnuHo4HOE FFmpxsi 263
OtBepcTre Ha GenpeHHOoH KOCTH B YaBoeHHOE FFmpxdu 264 | 6.1
obnacTy mweiku

15.2. Foramen femoralis distale. OtcyTcTBHE FFmds(-) 265 | 6.1
OtBeperre Ha GenpeHHol KOCTH B Hanuane FFmds 266
obnactu auadusa

K]II/IHOBHI[HI)If/i OoTAes 4yeperia TPhISYHOB U3YYEH OUYEHDb HEIIOJTHO U

HEPABHOMEPHO JI7Ts1 Pa3HbIX cemelicTB. HekoTopas mHbopMalius nMeeTcs B
csozake C.M. Oruena (1950), 8 kuurax ILI1. Tambapsaa u H.M. JTykesbc-
kol (1955), H.H. Boponnosa (1982) no nusumm xomsikoobpasubim, H.I1.
Jlapunoii ¢ coast. (1982) 1o BocTouHoesporeiickoil nojeske. OcoObIi
nnTepec npezactanisier ctaThs E.I. [Totamosoit (1988), ciennanbro TIOCBSI-
MeHHAs CPABHUTETHHO-MOP(HOJOTHIECCKOMY HCCIE/IOBAHUIO KINHOBHU/THOTO
OTZiesia Yepeta y MpecTaBUTe e Pa3HbIX CeMENCTB TPRI3YHOB. VIMeHHO Ha
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Puc. 3.11. Iomonozusayus s1emenmos cmpykmypvl arucerouorozo omoena
uepena 6 001ACMU 08AILHOZ0 U KPY21020 omeepcmutl y mopckoil ceunku Cavia
porcellus (A) u kaporunckou 6eaxu Sciurus carolinensis (b ) na ocrnose pucynxos
us pabomot Beppu u Cupis (Berry, Searle, 1963) ¢ usmenenusmu (cm. mexcm).
1 — Gokosas kpvLIOBUONAS NAACTMUNKA, 2 — BEHMPALLHAS arucenoudnas nepezopooka,
3 — meduanvnoiii cmoabux amucenouda, 4 — anucenoudnoviii cmorbux, 5 — f. ovale,

6 — f. rotundum, 7 — processus pterigoideus, 8 — néénas xocmv, 9 — cayxosas xancyia

3Ty pabOTy MBI OMUPAJUCH IPU PEIIeHUH TPO6JIEM TOMOJOTH3AINH JIaH-
HBIX CTPYKTYP U OTHACTU — UX HOMEHKJJIATYPDI.

Yy TPBIBYHOB, KaK Uy IPYTUX MJICKOIIATAIONNX, KPbIJIOKJINMHOBU/IHAI,
i anncheHOUIHAS IACTIUHKA, 00pasytoiiast GOKOBYIO CTEHKY MO3TOBOIL
KaricyJibl B aGOPaJIbHOM YaCTH TJIA3HUIIBI, OTXOAUT OT OCHOBHON KJIMHOBH/I-
Holl kocTH sarepaibio (Iloramosa, 1988). Ona dhopmupyer anuchenons-
HBIA M MOTEPEYHbIH KAHAJBI, TI0 KOTOPBIM MPOXOAAT KPOBEHOCHBIE COCY/IBI,
00pasyeT KPbLIOBUAHYIO SIMKY, B KOTOPOU KPEIHUTCST KPBLIOBUIHBINA MyC-
KyJa1. Yepe3 oTBepcTus anucheHon1a BEIXOASAT TPU BETBU TPOMHUIHOTO
HepBa (nervus trigeminus): riasanynast (n. ophthalmicus) — uepes Bepx-
HIOH [VIA3HITYHYO TI1eJTh, BepxHeuestocTHast (1. maxillaris) — uepes kpyrioe
orBepcrue (foramen rotundum) u HukHeueocTHAs (n. mandibularis) —
yepes oBanbHoe orBeperue (f. ovale).

[IpencTaBuTes I pa3HBIX CEMENCTB TPHIZYHOB PA3JINYAIOTCS IO apXH-
TEKTOHUKE KJIMHOBUIHOTO OT/IeJIa, OCOOEHHO TI0 CTENEHH Pa3oOIeHHOCTH
OBAJIBHOTO U KPYTJIOTO OTBepcTHil. TToceHee 00CTOATENCTBO 3aBUCHT OT
HAJINYHUST WU PEAYKIIUU Psijia KOCTHBIX BJIEMEHTOB, PA3Ie/ISIONIHNX 9Ty TTapy
OTBEPCTUII U CMEKHbIE ¢ HUMU OTBepcTHs yepena: bokosoe (foramen
lacerum laterale) u meguasnbroe (foramen lacerum mediale) psanbie orBep-
crus. Hacrb aTux sneMentos onucana E.IT IToranosoi, B ynoMsHyTOl Bbliiie
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Puc. 3.12. Hsmenuusocmo cmpykmypol U 20MOL0ZU3AYUUS. JNEMEHMO8 ANUCHeHOUOa
8 061aCU 08AILHOZO U KPY2/1020 OMEEPCMUTL Y HOPEENHCCK020 Jemmunza Lemmus
lemmus (A) u memnoii noresxu Microtus agrestis (Bb) na ocnoge pucynxos us
pabomot Beppu u Cupast (Berry, Searle, 1963) ¢ usmenenusimu (cm. mexcm).

1 — 60K06as KPLILOBUONAS NAACTUNKA, 2 — GEHMPALLHAS AIUCHEHOUONAs nepezopooKa,
3 — meduanvnoiii cmonbux amucenouda, 4 — anucenoudnoviii cmorbux, 5 — f. ovale,

6 — f. rotundum, 7 — processus pterigoideus

pabore (puc. 3.13). IIpexe Bcero, oHa OTMEYAeT B IIpeeaax oTpsaa 60Jb-
110e PasHOOGPasue B CTEMEHN Pa3sBUTOCTH TAaK HA3BIBAEMOTO aIC(hEHOUTHO-
ro cronbuka (stylus alisphenoideus) — KocTHOH TIACTHHKY, COETUHSIIOIIEH
BEHTPAJBHBIN 1 IOP3aTbHbIHN Kpast asnmcthenonaa (puc. 3.13, 72). Ilockonbky
aBTOPOM B JIaHHOU paboTe TIPUBEIEHBI TOJHKO PYCCKUE HAa3BaHUsI BCEX KOC-
THBIX 9JIEMEHTOB, JTATHHCKAsI HOMEHKJIATYPA JAETCS HAMH KaK MaKCUMAJILHO
GJIMBKUI TT0 CMBICJTY TIEPEBOJ] HA3BAHUI ¢ PYCCKOTO SI3bIKA HA JIATHIHb.

E.T. I[ToTamoBa mpoBOANT COMOCTABJICHUE APXUTEKTOHUKU KIMHOBU/T-
HOTO OT/IeJIa MUOMOPMHBIX U Iy POMOPGhHBIX IPhI3yHOB. HecMoTps Ha To,
YTO B HAIIy HETIOCPEICTBEHHYIO 33/1a4y HE BXOIIIO U3YYEeHHUE CIIYPOMOP-
(hHBIX TPHI3YHOB, MBI TAKKE MTPOCMOTPEJIH HeOOIbIINE BBIOOPKY TISITH BU-
OB OeTMIBNX U3 TPeX TmojceMelicTs — Sciurinae, Pteromyinae m Marmo-
tinae UCKJIIOYUTENDHO B IEJISIX O3HAKOMJIIEHUS ¢ X MOP(OIOTHIECKUMU
0COOEHHOCTSIMHU 110 CPABHEHHUIO ¢ MUOMOP(hHBIMU TPhI3yHaMu. JlOMOJHH-
TEJILHO JIJIST CPABHEHUST OBLIN TIPUBJICUEHBI TAKIKE MAaTEPHAJIBI [0 PSILY APY-
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Puc. 3.13. Knunosuduoiii omoen uepena epvisynos (no: llomanosa, 1988):
A — cem. Sciuridae; b — nodompsio Myomorpha (Cricetidae, Muridae).

1 — ocHo8HAS KAUHOBUOHAS KOCL, 2 — KPLLIOBUOHAS NAACTMUHKA OCHOBHOU KIUHOBUOHOU
Kocmu; 3 — KPulIOKIUHOBUOHAS NIACMUHKA OCHOBHOU KAUHOBUOHOT Kocmu; 4 — omeepcmust
02151 8b1x00a HEPBog (08aIvHOE U KPYeLoe omeepcmust); 5 — nepednuti cmoidux arucgenouda
(6okosas cmenka anuchenoudnozo kanaia); 6 — ono amuchenoudnozo kanaia; 7 — 60xKosas
KpoLI08UOHAS Naacmunka; 8 — co6cmeento aruchenoudnvlil kanan; 9 — KpolloBUOHAs AMKA;

10 — meanckpoLiosudnoe npocmpancmso; 11 — xopenv anucenouda; 12 — anucgenoudnvii

cmoabuxk; 13 — nonepeunviii Kanal 0CHOBHOU KAUHOBUOHOT KOCTU

TUX ceMeicTB. MBI rosiarajiu, 4To TaKOi CpaBHUTEIbHO-MOPGOIOTHUECKU
TIO/IXOJI TIO3BOJIUT COCTABUTH HOJIEE TIOJMHOE TIPECTABICHNE 00 «apXETUTIC>
paccMaTpUBaEMOro OT/IeNa U IACT BOBMOKHOCTH GoJiee HA/IEsKHO TOMOJIOTH-
3UPOBATHh KOHKPETHBIE CTPYKTYPHI ¥ XOMIKOBBIX.

ITo panubm E.T. IloTanosoii, y 6ennubux amuc@eHOUIHbI CTOJIOMK
OYeHb XOPOIIIO PA3BUT W MPEACTABIAET COOO0I TOBOJIBHO MUPOKYIO MIOC-
KYIO TJTACTHHKY, I0P3aJIbHO M OPAJIbHO OT KOTOPOI pacIoiaraeTcst Kpyrjoe
orseperue f. rotundum, BeHTpaIbHO 1 KayAalbHO — OBaJbHOE OTBepcTHe f.
ovale. ¥ Bcex M3yueHHBIX HAMU TPeJACTaBUTEIEH GEMUIBUX, BKIOUAST
0OBIKHOBEHHYTO OCJIKY, JIETSTY, GYPYHIIyKA ¥ [BA BUA CYCIUKOB (GOJBIIOTO
1 GEPUHTHHCKOTO), aMucHEHOMTHBINA CTONOUK SABJISIETCST MOTITHBIM 3JIeMEH-
TOM, HAITOMMHAIOIIUM JMArOHATBHO PACIIOJIOKEHHYIO TIOCKYIO IHUPOKYIO
KOCTHYIO «0asKy», KaKk M y KapOJUHCKOi 6enku (Sciurus carolinensis) na
puc. 3.11 (cm. Boine), BagroM us paborsl P. Beppu u A. Cupis (Berry,
Searle, 1963, p. 589). He orMeueHo HU OZHOTO CIydasl IPUMEPOB PEAYKIINH,
gyT0 BniosiHe coryacyercs ¢ mEenueM E.I. [ToranoBoii o ukcarun (orcyT-
CTBUU NOJUMOPGdU3Ma) 3TOr0 KOCTHOTO 3JIEMEHTA B apXeTure aanucheHo-
UHOTO OT/IeJIa Yeperna GoIbIIMHCTBA GeTMYbUX. AHATOTHYHBIM 06pa3oM
(bukcHupoBaH U nepegHuii cToa6UK anucheHon1a, COeqUHIIONNNE O0KOBYIO
CTEHKY MO3TOBOMW KallCyJIbl ¢ BEPXHEYEAIOCTHON KOCTHIO U 00pas3yonmii
6OKOBYIO CcTeHKY anucdenonaHoro Kanana (puc. 3.11; puc. 3.13, 5).
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B o0 ke BpeMst I7Ist OeJIMUbIX XapaKTepHa OTHOCUTETbHO HEGOJIBINAS
ryOrHA KPBLIOBUIHOM sMKU. TTpu 9ToM OOKOBAst KPbLIOBU/IHAS TLIACTUH-
ka lamina lateralis processus pterygoidei (puc. 3.11; puc. 3.13, 7), orpanu-
YUBAOIIAsT KPBIJIOBUAHYIO SIMKY € JIATEPATbHON CTOPOHBI U Pa3IesIsTioTIast
f. ovale Ha J1Be yacTH ¢ BEHTPAJIbHOW CTOPOHBI, Y HUX TIPEICTABJIEHA JI0CTa-
TOYHO TOHKOM, U3SATIHON M CKJIOHHOHN K PeyKIINM KOCTHOH TTepeMbIukoil. B
KadecTBe mpuMepa Ha puc. 3.11 (BHU3Y) st KAPOJUHCKOH OeJIKu, T/ie 9TO
cocTosinue 0003Ha4YeHO Kak ABoiiHoe oBasibHoe otBeperue (f. ovale double),
TaK KaK 3Ta MePeMbIYKa ACHCTBUTEIBHO JEJTUT OBAJbHOE OTBEPCTHE Ha J[BE
YacTH ¢ BEHTPaJbHOU cTOpoHBI. Ha mpocMoTpeHHOM HaMu Matepuase
JIUIITh Y OEPUHTHIICKOTO CYCIMKA U3 YeThIPEX U3YUEHHBIX YEPETIOB TOMBKO
y OJIHOTO OHa Gbliia c(hOPMUPOBAHA TIOJTHOCTHIO ¢ OOEUX CTOPOH U Y OJTHO-
rO — TOJIBKO Ha MPABON CTOPOHE Yeperna. Y OCTAJbHBIX 9K3eMILISIPOB Oe-
PUHTHHCKOTO CYCJIUKA ¥ YETHIPEX APYTUX BUAOB GETUUbUX abOPaTbHbII
(parMenT aTO MepeMBIYKY B TOW MJIM UHOU CTEMEHU PEAYIIUPOBaH, Bapb-
UPYsL OT COXPAHEHUST OCTATOYHOTO 3JIEMEHTA B BUle CBOOOHO BUCSIIIETO
KOCTHOTO OTPOCTKA JI0 TMOJTHOTO OTCYTCTBHUS. ITO COCTOSTHIE ITPU3HAKA TaK-
JKe M300pakeHo JIJIst KapoJuHCKol Oesiku (eM. puc. 3.11, BBepxy) u 06o3Ha-
YeHO Kak ofnHouHOe oBasnbHOe oTBeperue (f. ovale single).

BHyTpr MO3TOBOII KaMepbl OBAJIBHOE U KPYTJIOE OTBEPCTHUST Pas/ieIeHbI
KOCTHBIM CTOJIOMKOM, UIYIIAM ¢ MEIHATBHONU CTOPOHBI aTUCHEHOMIHOTO
KaHaJIa <MapajiyieIbHO» aTuC(hEHOUIHOMY CTOOUKY, PACTIOTIOKEHHOMY Jia-
TepaibHO. MBI Ha3Ba/IU €ro MeAuaibHbIM cToNOuKOM stylus alisphenoideus
medialis. IToT sreMeHT y GeMUYBUX IOCTATOYHO XOPOIIO PA3BUT, CTYIAEB €ro
PEAYKITNK Ha TPOCMOTPEHHOM MaTepuasie He ObiIo 0OHAPYIKEHO.

BenTpanbHas miacTUHKa, OTPAHMYUBAIONIAS OBATHHOE OTBEPCTHE C
abopasbHOii ctoponbl u foramen lacerum mediale ¢ opanbHOIi, y GeaMUBIX
TaKKe 0YEHb XOPOIIO PasBUTa W MPeACTaBIsgeTcs (GUKCUPOBAHHON (He
«CKJIOHHO» K momumMopdusmy). Mer o6o3uaunin ee kak trabecula
alisphenoidea ventralis. Takum o6pasom, 1J1st GeJIMIbUX, MO-BUAUMOMY, OJIU-
MOP(hHOE COCTOSTHUE XapaKTePHO MMEHHO JiJIst abopaibHOTO (hparmenTa 60-
KOBOH KPBIJIOBUTHON TUIACTHHKH, XOTSI, PA3yMEETCsI, HEJIb3sT HCKITIOYUTD BO3-
MOKHOCTH OOHAPYKEHUS TIOTMMOPHUIMA U IPYTUX TIEPEUNCTCHHBIX CTPYK-
TYp TMPU MPocMOTpe 6ojiee MHOTOUNCTEHHOTO MaTepHUasa Mo yKa3aHHbIM
BUJIaM U TeM GoJiee BO BCeM BUIOBOM pasHooGpasuu Sciuromorpha.

AHaJI3 CTPOeHM KAMHOBUIHOTO oTAea B mogorpsae Glirimorpha
Ha puMepe HeGOIbIUX BEIOGOPOK MpeicTaBuTeseil ceMeiictsa Myoxidae
(J1ecHOM 1 ca/IoBOT COHB) MOKa3aJl, 4To aTucheHONIHBIN CTOMOUK Y HUX
TaKyKe XOPOIIO PA3BUT, HO MMEET MEHBIYIO0 OTHOCUTEIBHYIO IIUPUHY, 4TO
TPUBOAUT K GoJiee BBIPAKEHHOMY COTMKEHUIO OBATTBHOTO U KPYTJIOTO OT-
BepcTrii. BOKOBast KPBIIOBUIHAS TIACTHHKA TaKKe, KaK TPABUIIO, PEIy-
IMPOBaHAa.



ITTABA 3. TOMOJIOTHYECKAA UBMEHYUBOCTD MOPDOJIOTMYECKUX ... 119

V¥ mbrmmabix (ceM. Muridae) anvcdeHouaHbI CTOTOUK BBIPAKEH U
durcuposan y Apodemus, Sylvaemus, Mus v Micromys, HO OTCYTCTBYET y
Rattus n Nesokia, T.e. orMeuena pukcalus ajabTepHATUBHBIX COCTOSTHII
pU3HaKa. ITO JaeT OCHOBAHHUE TIPE/II0JIATATh, YTO IPU U3yUeHUN OOJIbIIIe-
r0 10 00beMy MaTepuaia Kak B TIEPBOM, TaK U BO BTOPOM CJIyYasix BO3MOJK-
HO 0OHApY/KEeHHUE TAKCOHOB, MPOSIBJISIONINX TOJTUMOP(HU3M.

Jlns iecuanok (cem. Gerbillidae) pomos Meriones u Rombomys Taxske
XapaKTePHO HAJIMIKE XOPOIIO PA3BUTOTO alMC(HEHOUTHOTO CTONOUKA, IMe-
o1ero curapoobpasuyio Gopmy. MHTEpecHO, 4TO ¥ 060UX BUAOB — TOJY-
JIEHHOH 1 GOJIBIION MTeCYaHOK — OOHAPY/KEHA TIPAKTHUECKY TIOTHAST PELYK-
st abopaabHoro gpparMenTa 60KOBOI KPBLIOBUAHON IIJIACTUHKH, TAK YTO
KPBLIOBHU/IHASE SIMKA C JIAT€PATbHON CTOPOHBI OTpaHrdYeHa He OOKOBOI KPbI-
JIOBUIHOM TIJTACTUHKOM, a caMUM aiincHEeHOUIHBIM cTOOUKOM. TIpu sTOM
BEHTpaJIbHAS IJIACTUHKA YaCTO YTPAUUBAET CBSA3H C 3aJ{HUM CTOJOUKOM U
HETOCPEICTBEHHO MPUMBIKAeT K GapabaHHoii Karicyse. B HanbombImeii cre-
MeHHu crenu(uKa 3TOi TPYIIIbI MPOSIBJSETCS B PEAYKIIUU BEHTPAIbHOI
KOCTHOI IJIACTUHKHU, B PE3yJIbTaTe Y€r0 MPOUCXOAUT CIUSHIE OBATBHOTO
OTBEPCTHS C METUAIBHBIM PBAHbBIM.

VY xomsakosbix (ceMm. Cricetidae) pasBurue paccMaTpuBaeMbIX KOCT-
HBIX 9JIEMEHTOB U3MEHUMBO KaK MEK/Y MOJCEMENCTBAMU, TaK ¥ BHYTPH
MOCJIEHNX. Y TPeX U3yUeHHBIX HaMHU, YKe Ha 00Jiee MHOTOUMCJICHHOM Ma-
Tepuase, peicTaBuTeseii nogcemeiicrsa Cricetinae — 0GBIKHOBEHHBIN XO-
Mk (Cricetus cricetus), cupuiickuii XxoMsk (Mesocricetus auratus) n cepbiit
xoMsuok ( Cricetulus migratorius) — oOHapysKeH pasBUTHII aarucHeHON IHbIIT
CTOJGUK, TPUYEM HU OJJHOTO CJIYYast PEAYKIIMU HE OTMEUYCHO, YTO TIO3BOJISI-
eT TpeAnoaarath (PUKCANUIO Y HUX ATOTO COCTOSTHUSI (OTCYTCTBUE TIOJIH-
Mopduama). [Jist Bcex 3TUX BUIOB XapaKTePeH OTUYETIUBBIH TOTUMOP(HU3M
6GOKOBOMN KPBIJIOBU/IHOM TIACTHHKY, XOTST ¥ BBIPAKEH B PA3HOI CTETICHY: Y
CepoTo XOMSAYKA OHA MIPUCYTCTBYET ¥ GOJMBIIMHCTBA 0COOEH, CTydan pemyk-
MU OYeHb PeKu — 2.3%; Y CUPUIICKOTO XOMSsIKa, HA0O0POT, TOT HJIEMEHT,
KaK TPaBuJIo, peaynpoBan — 88.6%; it 0OGBIKHOBEHHOTO XOMsIKa Xapak-
TepeH noaumMophusm — 73.7% «HOPMaJIbHO> Pa3BUTHIX U 26.3% ¢ penyK-
ueii. CrreyeT OTMETHTD, YTO Y HEKOTOPBIX 0COOEH Ceporo XoMsiuKa 1 Cu-
PHIICKOTO XOMSIKA UMEETCST OJIHA JIOTIOTHUTETbHAS, <[IOTIEPETHAST», [IEPETO-
poxka, HasBaHHas Hamu trabecula alisphenoidea transversa, coegunsioniast
amicheHOUTHBIN ¥ MeINATbHBIH CTOIOUKY B UX cpenneil yactu. Kpome
TOTO, Y CUPUHCKOTO XOMSIKA OOHAPYIKEH €Ille OJINH JIEMEHT — KOCTHAS Te-
PEMBIUKa, OTBETBJISIONIASCS OT AMTUCPEHOUHOTO CTOJIOUKA 1 COCIUHSIO-
1ast anucHEHOUHBIN CTOJMOUK U IOP3ATBHYIO YaCTh MEAUATBHOTO CTOION-
Ka, B pe3yJIbTaTe Yero MPOUCXO/IUT TIO/[pa3/iesieHIe HAPYKHOTO (JIaTepasib-
HOTO) BBIXO/Ia KPyTJioro otBeperust. OHa HazBaHa HAMU <KOCOH MEPEropo/i-
Koii» (trabecula alisphenoidea obliqua). ITeperopoaka HapyKHOTO BBIXO/A



120 A.l. Bacumves, U.A. Bacunvesa. TOMOJIOTHYECKAA HUBMEHYUBOCTD ...

KPYTJIOTO OTBEPCTUsE OOHAPYKEHA TaKKe M Ha HEKOTOPBIX Yepenax 00bIKHO-
BeHHOI sietsitu (Pteromys volans).

B nojacemeiictse nosesoubux (Arvicolinae) nposisiasgercsa oyeHb
6ostbIIoe pasHoOGpasue B cTpoeHn anucherona. B 0CHOBHOM 3TO Kaca-
€TCS HAJTMYUS WM PEAYKITNE YKe MePEUnCIeHHBIX 3JIEMEHTOB, a TaKKe
MIPOSIBJIEHUSI TOTUMOP(U3Ma HEKOTOPBIX APYTUX CTPYKTYP, HE OOHAPYKEH-
HBIX ¥ PACCMOTPEHHBIX BbIIle TaKCOHOB. Hanbosiee BhIpaKeHHBIH TTOJTH-
MOP(U3M KOCTHBIX CTPYKTYP B 00JIACTH OBATBHOTO U KPYTJIOTO OTBEPCTHIL
OTMEUEeH HAMU y poMeTeeBoit osieBku (Prometheomys schaposchnikovi).
Pamnee stot daxrt yxe ormevasncs A.I. Bacuabessim (2005). ¥ maunoro
BU/1a HOJII/IMOp(bI/ISMy TIOABEPIKEHDBI BCE TIATH yHOMHHyTbIX BBIIIEC 3JIEMCH-
TOB: GOKOBast KPBLIIOBUIHAS TJIACTUHKA, BEHTPAIbHAS IEPETOPOIKa, COO-
CTBEHHO aJUC(HEHOUIHBIN CTOJONK, KOcast U MOTIePEeTHast TIEPETOPOIKH.
Kpowme Toro, y mpoMeTeeBoil MoJIeBKU IPU U3yUYeHUH BEIOOPKU GOJIBIITOTO
00beMa BBISIBJIEHO HECKOJBKO CJIYYIaeB PEAYKIIUU MEAUATBHOTO CTOIOMKA
anceHOn A, T. €. YICJI0 BAPhUPYIOIIUX 3JIEMEHTOB BO3POCJIO JIO MIECTH.

¥V pasHBIX POJIOB MOJEBOK BCTPEUAIOTCS Pa3HOOOPa3Hbie KOMOMHAIMN
caydaeB ouMopduaMa u GUKCAITNN ITUX MIECTH JTEMEHTOB B MIOJHOM
COOTBETCTBUU C 3aKOHOM IOMOJIOTHYECKHX PSAI0B BaBuiosa u npaBuiom
Kpenke. Ognako y moneBok poxos Lagurus, Clethrionomys, Alticola,
Chionomys n HEKOTOPBIX BULOB Microtus BCTpeUueHa ellle 0OHa KOCTHAs
IJIACTUHKA, KOTOpas [IepBOHAYAIbHO He OblIa OOHApY/KeHa HaMK Y M3Y4eH-
HBIX MTPECTaBUTEEH TTOACEMECTBAa XOMSAYbHX, KaK U Y APYTUX CEMEHCTB
rpeI3yHOB. [leperopozka coeuHsIeT 0P3aabHYIO 4YacTh MEAHAIBHOTO CTOJI-
6uka amicdenonsa ¢ GOKOBON KPHLIOBUIHON IJIACTUHKON, NU3MEHUNBA 110
pasMepaM — OT OYeHb TOHKOH AyrooOpasHoil nepeMbuku y Lagurus u
Clethrionomys 10 IMUPOKON KOCTHOI IJIACTUHKY, 3aKpbIBaIOIeil o01Iee
yTay6JeHne 0BaJbHOIO 1 KPYIJIOr0 OTBEPCTUH € JlaTepaJbHON CTOPOHBI,
11010010 anucheHONIHOMY CTONOUKY OemublX. DTO KpaiiHee BhIpaKeH1e
COCTOSTHUS TIOCJIETHETrO MMPU3HaKa OTMEYEHO HaMU TOJILKO Y OJHOM U3 reo-
rpaduyecknx (GopM JIeMMUHTOBHIHOI MoJieBKH, obuTaromieil Ha Kpaiinem
Cesepe SIkyTun, mpuyeM ¢ 04eHb BLICOKON YyacToToii. [Tpu Gostee TiaTe -
HOM aHa/Ii3e Mbl BCe-TaKU IPUIILIM K PEUIEHUIO 0 HATUYUN Y OOBIKHOBEH-
HOTO XOMSIKA dJIeMeHTa, MOP(MOJIOrHYECKI CXOAHOTO C JJaTePaJbHBIM CTOJI-
O6uKoM amicdeHonIa, XoTs U ¢ 04eHb HEBBICOKOI 4acTOTON. AHaIOrMYHast
CUTYAIMs BOSHUKJIA TIPU M3YyYEHUN 9TOTO 3JIEMEHTa CTPYKTYPhI arcdeno-
uja y oObIKHOBEHHOIT cirenymonku. I[IpruMeHenue 711 ero TOMOJIOru3aliun
KPUTEPHUEB <IIOJOKEHUSI» M «CIEIHAJbHOTO KA4eCTBa» MPEACTABISIIOCH
3aTPYAHUTEIbHBIM M3-32 N3MEHEHUsI B3AUMHOTO TIOJI0KEHUST OCHOBHBIX
9JIEMEHTOB, B YACTHOCTU MEAUAIBHOTO CTOJIOMKA, KOTOPBII CMEIIeH BIepe]]
U IPaKTHYECKH IIPUKPBIT CTEHKOI TepeaHero crojabuka. B pesyiaprare
KPYIJIOE OTBEPCTHE CTAHOBUTCS TIPAKTUYECKH HEBUANMBIM Ha JIaTEPAIbHOMN
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MOBEPXHOCTH aTiC(EHOUIA, a JTaTepaIbHbI CTOJIOUK 0YeHb OJIU3KO TIPH-
MBIKaeT K aGOpasbHOI YacTH mepeHero cToiouka. JINIb «BbICTpanBaHUe»
psiga mpomeskyTouHbiX hopm ot Ellobius wepes Chionomys v Lagurus no
Clethrionomys n Alticola no3BoJisieT TOMOJIOTU3UPOBATEH 3TH MOPHOIOTH-
YeCKH! ¥ TOTOrpaduIecKy pa3Indaionecs COCTOSTHUS TPU3HaKa.

Ette omHUM apryMeHTOM B TI0JIb3Y MPABUJIBHOCTH PEIIEHNS O TOMO-
JIOTU3AIUN TAHHBIX COCTOSTHUH CBUJICTETBCTBYET TO, UTO OHU HU Pa3y He
GBI BCTPEUEHB OJHOBPEMEHHO Ha OJ[HON CTOPOHE TeJia Y OJHO ocobu,
T.e. TecT [laTTepcona Ha «coBIaleHUE> B TAHHOM CJIydae JlaeT OTPUIIATE b-
HbIH pedyaprat (cM. rraBy 1, pazzgen 1.3). [1o pesyabraTtam aToro TecTa 3a-
MEUYEHO TAKKe, UTO JIATEPAIBHBII CTOONK HA BCEM U3YUYECHHOM MaTepHraie
HU Pa3y He COBTAJ HA WHAWBUAYATHHOM YPOBHE HU C KOCOI, HU C MTOTIepeyd-
HOII eperopoakamMu. IToT PakT TaKKe MOKHO OBLIO UCTOJAKOBATDH B
M0JIB3Y TOTO, YTO JIATEPATBHBIN CTOJOUK SIBJISIETCS] TPOUSBOIHBIM COCTOSI-
HUEM OT OJHOH 13 neperopopok. OpHAKO s TIOM0OHO CUTYaIlni HaM He
YIQJIOCH TO00PATh JOCTATOYHO MOJHBIN PSIJT TPOMEKYTOUHBIX (POPM, UTO-
OBl TOKa3aTh UX TPAHC(HOPMAIIHIO U3 OJTHOTO COCTOSIHUSI B IPYTOE, TOITOMY
OBLITIO IPUHSITO PEIlEHNE Ha JAHHOM 3Tare PAacCMaTPUBATh UX KaK PasHbIE
CTPYKTYPHBIE TPU3HAKH.

NTak, ¢ moMoIIbio CPaBHUTETHHO-MOP(OIOTHIECKOTO aHAI3a HAMA
YCTaHOBJIEH TPAH3UTUBHBIN TOAUMOPGHU3IM CEMU KOCTHBIX 3JIEMEHTOB
amceHOoNIHOTO OT/IeNa Yepera rPphI3yHOB, KOTOPbIE TOCTATOYHO HATEKHO
TOMOJIOTU3UPOBAHBI Y MPEICTABUTENEH BCEX PACCMOTPEHHBIX TaKCOHOB
TPBI3YHOB Pa3HOTO paHra — OT BUJOB JI0 TIOAOTPsI0B. B urore 6vi1a co-
cTaBJIeHa O0IIast CXeMa apXUTEKTOHUKY (hparMeHTa KIMHOBUIHOTO OT/e/a
B 00JIaCTH PACIIONOKEHIA 0BAJBHOIO 1 KPYTJIoro orseperuii (puc. 3.14).
[To Hamemy MHEHUIO, (heHETHYECKOE PA3HOOOPa3He ITOTO KOMILIEKCA MOP-
(osorudyeckux cTPyKTyp B IpejiesiaX ceMeiicTBa XOMSIKOBBIX OITUCHIBAETCS
KOMOMHATOPUKON CEMU BBIJICJICHHBIX 3JIEMEHTOB. B Hanbosee moiHoM BuIe
ux HabOp HpeACTaBIeH y IpoMeTeeBoii mojieBku (puc. 3.15).

Kauectsentoe pasnooGpasue KOMIO3UIIUI STUX SJIEMEHTOB, PEATBHO
BCTPEUEHHBIX B BHIOOPKaxX 41 BUa U BHYTPUBUAOBBIX (GOPM KPUIIETHH,
npesicTaBaeHo B hopMe ceKTpoB MX Berpeuaemoctu (puc. 3.16). [lusg xax-
ZOT KOMTIO3UITUH COCTaBJIeHa ee «eHeTndeckas: hopMyas, MpeacTaBIIsIio-
1ast co0oi TepedeHb HOMEPOB KOCTHBIX 3JIEMEHTOB, 3aPErHCTPUPOBAHHBIX
OJIHOBPEMEHHO Ha OJHOI CTOPOHE Yepera ocodu (J1eBoii mau mpasoii). Lud-
PbI COOTBETCTBYIOT YCJIOBHBIM 00603HaueHUsIM Ha cxeMe. C IPYToil CTOPOHBI,
Hanbosree pacpocTpaHeHHON KOMITO3UIIMEN OKas3arach KOMIO3uIus «123»,
obHapysKeHHasT Y BCEX apBUKOJIMH, KPOME HACTOSIIIINAX U JIECHBIX JIEMMUHTOB
1 OOGBIKHOBEHHOM CienyImoHKy. VIMEHHO Takoe coueTaHue 3JIEMEHTOB TIPe/l-
CTaBJIAET COOOIT «CTAHAAPTHOE» JIJISA IOJIEBOK «OBAJIBHOE OTBEPCTUES, BKITIO-
yarolee HOPMAILHO ¢(hOPMUPOBaHHbIE (HEPEILYITMPOBAHHBIE) GOKOBYIO KPbI-
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Puc. 3.14. Cxema cmpoenus anucgenouda 2pui3ynos ¢ 001acmi 08aIvHOZ0 U
KpYyes0zo omeepcmull.
Cmpyxmypnvie s1emenmol, noosepicenvle GHYMPUUHOUBUOYAILHOU USMEHUUBOCTIU:
0 — 6okosas kpvLroguUOnas niacmunka amucpenouda (Lamina lateralis processus pterygoidei
— LmPtla); 1a — aboparvnviii ppazmenm 60k060i kpvLiosudnoi niacmunku LmPtla (-);
1b — 3adnuii cmonbux anucgenouda (Stilus alisphenoideus posterior — StAspo);
2 — genmpanvnas aruchenoudnas nepezopooka (Trabecula alisphenoidea ventralis -
ThAsve); 3 — meduanvuwiii cmoabux anucgenouda (Stylus alisphenoideus medialis —
StAsme); 4 — cobemeenno anucenoudnviii cmonbux (Stylus alisphenoideus — StAs);
5 — kocas anucpenoudnas nepezopooxa (Trabecula alisphenoidea obliqua — ThAsob);
6 — nonepeunas arucpenoudnas nepezopooxa (Trabecula alisphenoidea transversa —
TbAstv); 7 — ramepanvuviii anuchenoudnoiii cmoioux
(Stylus alisphenoideus lateralis — StAsla)

13456

1234 2345

Puc. 3.15. Hamenuusocmo KoMROUUUTL SIeMEHMOE CIMPYKMYPLL AIUCHEHOUOH020
omdena y npomemeesoi nojiesku. B nesom eepxnem yeny xancoozo pucynka
npusedenvl uUPpPosovie HopPMYIbLL KOMNOULULL (Peros.

1-6 — sapvupyrowue Kocmuvle siemenmuvl 8 001ACMU 08ALLHOZ0 U KPY2L020 OMEePCmull



ITTABA 3. TOMOJIOTHYECKAA UBMEHYUBOCTD MOPDOJIOTMYECKUX ... 123

Komnosuuus

123456
23456
13456
12346
12345
3456
2346
2345
1346
1345
1245
1236
1235
1237
12347

346
345
234
145
136
134
124
123
34

14

13

12

127
137

Bupg
IP.schaposch
M.aqgrestis
M.ilaeus
M.orcadensis
M.arvalis
M.levis
M.socialis
M.gregalis
M.pennsylv.
M.transcasp.
M.oeconom. ||
M.middend.
M.maximow.
C.roberti
C.qud

M juldaschi
M.j.carruth.1
M.j.carruth.2
L.brandti
M.majori ||
A.terrestris
C.rufocanus
C.rutilus
C.glareolus
C.gapperi
A.strelzowi
A.argentatus|
A.m.macrotis

A.m.vinogr.
Alemm.(T.)
A.lemm.(I1.)

A.fetisovi
L.lagurus
O.zibethicus
D.torquatus
M.schisticol.
L.sibiricus

E.talpinus |l
C.cricetus

C.migrator.

M.auratus || ||

Puc. 3.16. Bcmpeuaemocmv KOMRO3UYULL 2NEMEHN08 CIMPYKMYPol ANUCHEHOUOHOZ0
omdena uepena 6 00.1aACMU KPY2I020 U 08ATILHOZ0 OMEEPCULL Y ZPbI3YHOB
nodcemeiicms Arvicolinae u Cricetinae. Qucnenno npeobaadaiowue eapuarmol
cmpoenust 015 61008 soloenenvl boree memnvim ugemom. O603HAUEHUSL JNEMEHMOB
CIMPYKMyYpvL U UX U300paxcenust cm. a puc. 3.14

<
("¢
AN
-—
||

i

H

=y | =

n

JoBUHYI0 IIacTUHKY (1), BeHTpambHYIO 1meperopojky (2) u MeanaabHbIi
cronbuk anmchenonga (3), pasaeJasionuii OBaIbHOE U KPYTIIOe OTBEPCTUS
U3HYTPU MO3TOBOI KaMepsl. /laHHAsS KOMIIO3UIHS JOMUHUPYET U TI0 YaCTOTe
BCTpeYaeMOoCTH (BbIeTIeHa Hoiee MHTEHCUBHBIM I[BETOM).
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HeoxuIaHHBIM 0KA3a/10Ch, YTO €INHCTBEHHOM BEIOOPKOII MOJIEBOK, Y
KOTOPOIT He oOHApysKeHa 9Ta camast pacTipoCTpaHeHHast KOMITO3UITHSI, CTa-
Jia BHYTpUBUI0Bas (hopMa JIEMMUHTOBUIHOW MOJIEBKU U3 ceBepHOI AKy-
THH, obuTaIas Ha XapayaaxckoM xpeore (okpectHoctH 1. Tuken). OHa-
KO IIPU CTIEIUATbHOM M3YYEHIH BBIOOPKU 3HAUUTETIHHO GOJIBIIEr0 00beMa,
UCITOJTb30BAHHON JIJIsT AHAJIN3A TOMYJIANMOHHON U3MEHUYUBOCTH, TaHHAs
KOMITO3UITHS BCe-TaKy ObLTa 0OHAPY/KEHA, HO B €INHUYHOM 9K3EMILISIPE.

Kax MoxHO BUIeTh 13 Tabauis Ha prc. 3.16, yrkazanHas KOMITO3UTINST
He OTMedYeHa HU Y OJHOTO M3 M3YYEHHBIX BUIOB XOMSIKOB, [IJIST KOTOPBIX
XapaKTePHBI cCOUeTaHUs «234», «1234», a 711 CUPUIICKOTO XOMSYKa, KPOME
TOrO0, «2346> U «23456%. VIHBapUAHTHBIM COYETAHUEM JIJIST XOMSIKOB SIBJISI-
€TCsI KOMITO3UIUS «234», OTJIMYATONIASICS HATMIHEM HOPMAIbHO PA3BUTOTO
amiceHOUTHOTO CTOJIONKA U PeyKIreil abopaibHOTO (hparMenTa 60KO-
BOH KPBITOBUIHON TIJIACTUHK.

B c¢BO0 ouepenb [JIsST HACTOSIIINX U JIECHBIX JIEMMUHTOB Hanboee
XapaKTePHBI KOMIO3UIUH « 1245 1 «14». ITO 03HAUAET, UTO Y HUX HOP-
MaJIbHO Pa3BUTHI OOKOBast KPBIJIOBU/HAS MJIACTIHKA U aluc(HEHOUTHBII
CTOJIOUK TPU COXPAHEHWH TTOJUMOP(U3Ma BEHTPATbHO MTEPETOPOIKH.
W3peaka y HACTOSIIIIUX JIEMMUHTOB U HEKOTOPBIX BUI0B Microtus BcTpeya-
ercs kocas aymicdenonanas neperopozka (Trabecula alisphenoidea obliqua
— TbAsob), o6o3nauennas nudpoii 5 (puc. 3.17).

B a10ii cBsI3M XOTE0CH GBI AKIEHTUPOBATH BHUMAHKE Ha TOM, YTO Yy
HACTOSIINX U JIECHBIX IEMMUHTOB UAE€HTU(MUKAIIS ATUCHEHOUTHOTO CTOI-
6UKa U €ro TOMOJIOTU3AINS C OJJHOMMEHHBIM 2JIEMEHTOM XOMSIKOBBIX WJTH
6eMIbUX MPEJICTABISET HETPUBUATBHYIO 3a1a4y. V3-3a n3MEHEHMS yTia
OBOPOTa HOKOBOW KPBLIOBUAHON MJIACTUHKU Y JIEMMIHTOB aiucheHon -
HBII CTOJIOMK MPUHUMACT TIOYTH TIEPHEHANKYISPHOE OJIOKEHIE TT0 OTHO-
IEHUIO K TIOCKOCTHU 3yOHOTO Psifia, OCTABAsICh TIPU HTOM TTaPAJLICTbHBIM
6GOKOBON KPBITOBHU/IHOI TIACTHHKE. [109TOMY BIOJIHE BO3MOKHO OMIMG0Y-
HO MIPUHSTD €T0 32 MEAUATBHBINA CTONOUK, KOTOPBIH y 9THX (GOPM, Kak Tpa-
BUJIO, He BhIpaskeH. B uactnocTu, B pabore Beppu u Cupis (Berry, Searle,
1963, p. 590, Fig. 8A), rie cpaBHUBAIOTCS CTPYKTYPbHI OBATBHOTO OTBEPCTUS
HOPBEKCKOTO JIEMMUHTA U TeMHOH 1oJieBku (cM. puc. 3.12), y TeMHOIi 110-
JIEBKY U3006paskeHbl cocTostust ((peHbl) MEANATBLHOTO CTOJIONKA U TIPUBO-
IUTCS TIPUMED €T0 PeLYKITHL.

TakcoHbI ¢ MOAUMOPGHBIM COCTOSTHUEM aTNC(hHEHOUHOTO CTOTONKA
BCTpeyaloTcst Bo Beex Tpubax apsukosut, kpome Ellobiini, y koTtopsix on
Hamu He ob6HapyxeH. HauGosee 4yacto oH BCTpedaeTcst y MPOMETEEBOI
noseBku (96.2%), B kKauecTBe PeAKOT0O BAPHAHTA — Y I'YAAyPCKOIL, PhIxKeil 1
KPAaCHOI MOJIEBOK, & TAK)Ke Y CTEIHOH ¥ JKeJITOH TecTpyIinek (eanHCTBEH-
HBIIl U3YUYEHHBINT HAMU dK3EMILJISIP MMOCJAEHETO BU/Ia IMET UMEHHO ATy
KOMITO3UIIMIO Ha 06ernx ctopoHax ueperna). Cpeau mosneBok poga Microtus
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Puc. 3.17. Iomonozus snemenmos anucghenouda (1-5) y dazecmarnckoii noiesxu
Microtus daghestanicus (A) u cubupcxozo semmunza Lemmus sibiricus (B)

TaK’Ke BBIZEJISTIOTCST HECKOJIbKO BUIOB, Y KOTOPBIX I0CTATOYHO PETYIISIPHO
BeTpedaercs anucheHOUAHBIN cTONOUK B KoMmo3unun «1234». Ouensb
BbIcOKA (82.7%) wacTora anucheHOUaHOTO CTOAONKA Y KyCTaPHUKOBOI
nosiesku (puc. 3.18). Ha He6oblinx cepusax AarecTaHCKOM U MOA3eMHOIT
IT0JIEBOK, MMEBIITUXCSI B HAIIIEM PACIIOPSI)KEHNH, 9TO COYETAHNE TaKKe [[0-
MUHUPOBaO. Kpome Toro, 10BOIBHO 00bIYHA TaKask KOMIO3UITHS Y TIOJIEB-
Ki1-9KOHOMKH (puc. 3.19) 1 Kak peaKuii BapHMaHT BCTPEYAeTCcs: y OOBIKHO-
BEHHOI, BOCTOYHOEBPOIEHCKOH 1T0JIeBOK U ofHoN 13 hopm Neodon. I1pu
5TOM MOP(OTOTUIECKH aNTUCHEHOMHBINA CTOTOUK TIOJEBOK OTJIUYACTCSA OT
TaKOBOTO XOMSKOB 1, 0COOEHHO, GEINUBIX TOPA3I0 MEHBIIEH MaCCUBHOC-
TBIO — 3TO JIOBOJIBHO TOHKAsI, XPYITKAsT KOCTHAS ITEPEMBIYKA, JIETKO JIOMAT0-
Iasicst TIPY OYMCTKE Yepera OT MATKUX TKaHel. Bo Becex M3y4eHHbIX BHIOOP-
Kax HaMU HaBJIIOaIUCh CTaJIUN HEMOJTHOTO TIPOSBJICHUS, VU PEIYKIIUH,
2JIeMEHTA, KOT/Ia BBIPAKEHBI JINIIb 3a4aTOuHble hparmeHTsl. Kommosuius
«13» ornnuaer moneBok moapona Aschizomys, KoTOpbIM BOOOIILE CBOA-
CTBEHHA PEIYKIIM BEHTPATIbHON MEePErOPOIKY, Pas3iesdionieil 0BaIbHOE U
MeZIMaJIbHOE pBaHOe OTBepcTusl. 1, HaKkoHell, KOMITO3UITIH, MaPKUPOBAH-
HBIE TIPUCYTCTBUEM CEILMOTO 3JIEMEHTa (JIATEPATbHOTO CTOJOMKA), BCTPE-
4eHbl y 10JeBOK ponos Clethrionomys u Alticola, cTennoii mecTpymku, a
cpelu cephixX MOJEBOK — y M0JIeBOK 1opoaa Neodon, ieHCUIbBAHCKOM
MOJIEBKU ¥ MOJIEBKU-9KOHOMKHM. Kak yske oTMeuanoch Beiiie, HanuGobIast
4acTOTa U CTETEHb BBIPAKEHHOCTH JIATEPATTBHOTO CTOJMONKA XapaKTEPHBI
I o/THON 13 hOPM JIeMMUHTOBU/IHOM TToJieBKH. [Ipu aTOM ero BHEITHUN
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Puc. 3.18. Usmenuusocmo cmpoenust arucgeroudnozo omoeia 6 o6.iacmu
osanviozo (f. ovale) u kpyznozo (f. rotundum) omeepcmuil y Kycmapruxoeou
nonesxu (Microtus majori).

1-4 — nomepa KocmuvLx nepemviuex, PasoertIoUUX 08ALLHOE U KPY210e OMEEPCMUSL.
A-T — peanvio ecmpeuennvie KoMnosuyuu genos. B nesom sepxnem yeuy xancoozo pucymka
npusedenvt yupposvle Gopmyavt komnosuvuil gpenos. Ha A u b usobpascenvt npumepot
HENOJINH020 NPOABIEHUSA NEPEMBIUEK. Tunuumnvim GAPUAHMOM CMPOEHUS
sensemcs eapuanm cmpoenusi 1234 (I)

Puc. 3.19. Hsmenuusocmo cmpyxmypot anemenmos aiuchenouda (1-5)
6 obacmu 08aIbLHOZ0 U KPY2L020 OMEEPCIMULL Y NOLCEKU-IKOHOMKU
(nesas cmopona uepena)
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BUJI TPUOOPETAET YePThl KOHBEPTEHTHOTO CXOJCTBA C HETOMOJIOTHYHBIM
eMy «COOCTBEHHO» aTuC(HEHOUIHBIM CTOJOUKOM XOMSIYbUX 1 OCJTUUBUX.
Heb3st HCKIIOUUTD, YTO TIPUYUHBI TAKOTO CXOACTBA MOTYT 6a3MPOBATHCS
Ha (YHKITMOHATHHON OCHOBE, U B JAHHOM CJiydyae JaHHBIN KOCTHBIN 3Jie-
MEHT TIPUHUMAET Ha ceOst (DYHKIMIO OrpaHrdYeHust 3Tol obaactu anucde-
HOW/IA C JTATEPATHLHON CTOPOHDI, CBOMCTBEHHYTO aTuC(heHONTHOMY CTOIOM-
Ky. HexoTopast TeHiIeHIINS B TOM >Xe HATIPABJIEHUH K PACHINPEHNIO TAHHOTO
sIEeMEeHTa OTMeYeHa HAMHU W Y TOPHBIX TOJIEBOK Toipoaa Neodon.

WNuTepecHo, 4TO y BOASHON MOJTEBKU, OHAATPBI M KOMBITHOTO JIEM-
MUHTa 0OHAPYIKEH TOBKO «CTaHIAPTHBIN» HA0OP ajieMeHTOB «123». ¥V He-
KOTOPBIX BUJIOB IIPU PEAYKIIUU MEAUATBHOTO CTOJOMKA OBATBHOE M KPYT-
JI0€ OTBEPCTHS CAMBAIOTCS B OAHO (HAIPUMeEP, Y Y3KOUePEeITHOH MOJIEBKH,
mosTeBOK mosipofia Neodon 1 IBYX BUMOB CHEKHBIX MOJEBOK), 00pa3yst coue-
tanue «12». Ta ke KOMTIO3UTINS BO3HUKAET W y JIECHOTO JIEMMUHTA TTPU
PeRyKITNY amrchHEeHOUAHOTO CTONOMKA. ITOT CAyUall TPIMedaTeseH TeM,
YTO HATJISTHO JIEMOHCTPUPYET OJIMH U3 TIyTEH MOSBICHUS TOMOTLIIACTAYEC-
KOTO cxozcTBa. OHa U Ta jKe KOMITO3UITHS MOXKET BO3HUKHYTH B He OJ113-
KOPOJICTBEHHBIX TAKCOHAX PA3HBIMU Iy TSIMU, HO Ha 0011eil Mopdorormyec-
KOH (TOMOJIOTHYECKON B TMUPOKOM CMBICTIE) OCHOBE.

Takum 06pasoM, MPOBEJECHHBIN CPABHUTETHHO-MOP(HOTOTHIECKU
AHAJTN3 TIO3BOJIIJT HAM PETUTH €T OJIHY COOCTBEHHO MOPGhOTOTHIECKYTO
npobiieMy — mpobeMy HeOHO3HAYHON TOMOIOTU3AIINT OBAJIBHOTO W KPYT-
JIOTO OTBEPCTHIT Y MUOMOP(MHBIX TPBI3YHOB BOOOIIE U Y TIOJIEBOYBKX, B Ya-
cTHocTH. Kak m3BecTHO, MO TAaHHOMY BOTIPOCY B JIUTEPATYPE CYIIECTBOBA-
s10 aBe Toukn sperns. M. uon (Deol, 1955), BriepBbie onucaBuInii Bapu-
aruy B 9TOH 06JIaCTH Yepera Ha TIPUMeEpPe JTHHEHHBIX JTab0PaTOPHBIX MbI-
1eit, y KOTOPBIX OBAJILHOE M KPYTJIO€ OTBEPCTHUST IOBOJBHO CONMKEHDI, CUM-
TaJ BO3MOKHBIM aHAJTU3UPOBATh UX KaK eAMHYI0 MOPGHOIOTHIECKYIO
CTPYKTYPY, 0G03HAUNB €€ KaK «OBAJIbHOE OTBEPCTUE, U PA3TUYAI €TO TTOJI-
paszenenue Ha oguHounoe (f. ovale single) u yasoennoe (f. ovale double).
B cayuae pepykiuu ero 3agaueit cremku M. Jlnoa ucan 06 «OTKPHITOM»
oaabHoM orBepctun (f. ovale open). P. Beppu u A. Cupib (Berry, Searle,
1963) pacnipoctpanuyiu 3TH CBOMCTBA Ha /pyrue BUbl TpbidyHoB. H.I.
Jlapuna ¢ coaBt. (1982) na mpumepe mMoJeBOK, onupasich Ha Mopdooru-
yeckue onucannst C.V. Ornesa (1948—1950 rr.), nmpuinia K 3aKJ049€HHUIO,
YTO y MOJIEBOK BCE-TAKU UMEIOTCST 00a OTBEPCTHUsI, Pas/ieJIeHHbIe KOCTHBIM
CTOIOMKOM, KOTOPBIN OHa HasBajaa columna ossis alisphenoidale. ITepentee
U3 HUX COOTBETCTBYET KPYIJIOMY OTBEPCTHUIO, A 3ajIHEE — OBAJIBHOMY.

ITo HAMMM JAaHHBIM, BTOPast TOUKA 3peHwst HoJiee COOTBETCTBYET MOP-
(onormueckuM peanusim, HO TaKKe BepHA JUITh 0TYacTH. KiroueBbiM MO-
MEHTOM B TIPOTIEYPE TOMOJIOTH3AIIH 3TUX MOP(OJIOTUIECKUX CTPYKTYP Y
Myomorpha BeicTymaer Hamuuwe aaucGeHOnHOro cTox6uKa. Ecu oH Bbi-
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paskeH, OTBEPCTHUE, PACMIONOKEHHOE OPATHLHO U TOP3AJIBLHO OT HETO, TOMOJIO-
TUYHO KPYTJIOMY OTBEPCTHIO, a OTBEPCTHE, PACTIONOKEHHOE BEHTPAJIBHO 1
Kay/IaJbHO, — OBAJIBHOMY OTBEPCTUIO GETNUBKX U JAPYTUX MIIEKOMUTAIOIINX.
ATy CUTYAIINUIO MOKHO HAOJIOIaTh Y XOMSIKOB, IOMOBBIX, JIECHBIX U MOJIEBBIX
MBIIIEH, HACTOSIINX W JIECHBIX JIEMMUHTOB, TIPOMETEEBOH MOJIEBKH, TTOJEBOK
nozpoaa Terricola. Tlpu orcyTeTBumM anucGeHOUTHOTO CTOJNOHKA OTKPhIBAET-
Cs1 M CTAHOBUTCST JIOCTYITHON 0003PEHMIO € JIaTePabHOM (HAPY/KHOI ) CTOPO-
HBI BHYTPEHHEe YCTPOHCTBO paccMarprBaeMoro (parmenTa amiuchenonsia. B
CBSI3U C 3TUM CTAHOBUTCSI BUIUMbBIM BHYTPEHHUI MeAMAIbHBIN CTONOWK,
Pa3IeNIONINiI KPYTJI0e 1 OBAJThHOE OTBEPCTUS U3HYTPHU. M B 9TOM cMBbICIEe
C.1. Orues u H.W. Jlapuna coBepIlieHHO CIIPABEJINBO MUCATN O HAJIMUUU
HE TOJIbKO OBAJILHOTO, HO U KPYTJIOTO OTBEPCTUS Y TOJIEBOYBHX, TOJBKO PEUb
B IAaHHOM cJlydae UeT O BHYTPEHHEM BBIXO/le OTBEPCTHil. B Tex ciryuasx,
KOT/Ia Y TTOJIEBOK PELYIIUPYETCS MEUATBHBIN CTOJONK, OBAIBHOE U KPYTJIOE
OTBEPCTHUS MOJTHOCTHIO CJAUBAIOTCS B OJHO 001iiee. Y JIEMMUHTOB, HE UMEHO-
[IUX MEUATBHOTO CTOJIOMKA, OBAJIbHOE M KPYTJIOE OTBEPCTHUSI Pa3jleICHbI
TOJIBKO CHAPY KU aJTUC(HEHOUIHBIM CTONOUKOM. TIpu €0 pesyKItne OBaIbHOE
U KPYTJIOE OTBEPCTHSI TAKIKE CIIUBAIOTCS B OHO 0011I€ee, TaK KaK TIEPETOPOIOK
HE OCTAETCS HU BHYTPH, HU CHAPY KU.

Takum 06pa3oM, Kak ysKe TOBOPUJIOCH BBIIIIE, OJUH U TOT K€ MOP(DO-
JIOTUYECKUH Pe3yIbTaT B Pa3HBIX (PUIETUUCCKUX JTUHUSAX TOCTUTAETCS Pas-
HBIMU MOpdoreHeTnYecKuMU myTsiMu. [1o-BuprMomy, Ha 9TOM TIpUMepe Mbl
BU/INM YaCTHBII CTydyail MPpOsIBJICHUs «TpaBuia apucrorenesa» Ocbopha
(Osborn, 1934), 06bsicHsIONIErO CTPYKTYPHOE EAUHCTBO MaPALIENbHO U
HE3aBUCUMO BO3HUKAIOIINX TOMOIIJIACTUYECKUX CXO/ICTB HA OCHOBE <«JIaTeH-
THOI», WJIM «TIOTEHIINATbHOMY, Tomostorun (PayTtuan, 1988).

[Ipouemypa roMoIOTU3AINHN, OMUCAHHAS BBITIE JIJIT KIUHOBUIHOTO
oT/IeIa Yeperna U3yYeHHBIX BUOB TPHI3YHOB, OblJa MPOBEIcHAa HAMU JIJIsT
BCEX U3YUYEHHBIX MOP(MOTIOTHUECKUX CTPYKTYP M UX BapUAIIHIT JJIsT TIPU3HA-
KOB, PACIIOJIOKEHHBIX KAaK Ha XOHIPAJbHBIX KOCTIX, TAK U HA TIOKPOBHBIX.
[lanee KpaTko paccMOTPUM APYTHE TIPUMEPBI TOMOJIOTH3AINHN (HEHOB.

OmHVM U3 TTPU3HAKOB, KOTOPBIN MPOSIBJISAET B PA3HBIX TAKCOHAX KaK
NOJTMMOP(MU3M, TaK ¥ ATbTEPHATUBHBIIT MOHOMOPMU3M, SIBIISIETCST CTPOEHUE
HVGKHEH 9acTh TJIa3HUIBI B 06JaCTH allbBEOJISIPHOTO GyTPa, Tie MOKET Mo-
aBaaTbes her ponticulus infraorbitalis (puc. 3.20). dror den npexcrasis-
eT co60ii HATMYMe KOCTHOTO MOCTHKA B HUKHEH YaCTH TIa3HUIIBI, KOTOPBIi
opMuUpyeT 0p3aNbHYIO CTEHKY KPbLIbHOTO oTBepeTus (foramen alare).
Janmuast cTpykTypa o6pa3oBaHa COCIMHEHNEM BHIPOCTOB OPAJIbHOTO Kpast
Kpblia amucheHonIa 1 BepXHeyeaocTHoi koctu. Hamu o6HapysKeHo, 4TO
BBIXO/l alMc(hEHOUTHOTO KaHaua B 00JaCTh TJIa3HUIBl ¥ MOJEBOUYBIX
(Arvicolinae) peanusyercs B ABYX aJlbTepHATUBHBIX BapraHTaX. B mepsoM
caydae anrceHOouHBIN KaHAT OTKPBIBAETCS HETIOCPEICTBEHHO B IJIA3HNY-
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HYIO 111€eJ1b, 6e3 00pa30BaHUs CIEIUATBHOTO BBIXOJHOTO OTBEPCTHSI, BO BTO-
POM MECTO €T0 BbIXO/la CMEMIEHO B BEHTPAaJbHOM HaIIpaBJICHUHN B O6JIaCTb
KJIMHOBM/IHO-BEPXHEUYEMIOCTHOTO (¢(heHOMAKCUILIAPHOro) HiBa ¢ 00pa3oBa-
HUEM KPBLITBHOTO OTBepcTHsi. B uTore hopmupyercst 1op3aibHasi CTEHKA
OTBEPCTHUS B BUJIE KOCTHOTO «MOCTUKA», KOTOPBII COeIMHSIET OPaJbHBII
Kpail mepeHero cTonouka anucheHou1a ¢ BaIKOM aTbBeOJISIPHOTO Oyrpa
BTOPOTO BePXHETO MmieuHoro 3y6a (M2) B BeHTpabHO-ab0PaTbHON YacTH
rasuuilel (eM. puc. 3.20).

Puc. 3.20. IIposienenue (cnpasa) y o6viknosennoi noiesku Microtus arvalis gpena
Ponticulus infraorbitalis (Pnlo) — Kocmnozo MOCMUKA 8 HUNCHEI YACTU 2A3HULDL 6
obracmu anveeonsprozo byzpa, 06PaAs06antoz0 COeOUHEHUEM BbIPOCTNOE OPALLHOZO
Kpas kpvlia amucpenouda u sepxnevesrocmuoi kocmu (2), u omcymemeue (ciesa)

ezo nposisnenust (1)

Hawmu o6HapyskeHo, 4To 4acTo GJIU3KHE BHYTPUBUAOBBIE (POPMBI 1
BU/IBI, TIPUYEM B PA3HBIX POJax U Tpubax, MOTYT OUEHb PE3KO Pa3IndaThCs
110 yacTore Berpedaemoctu dena ponticulus infraorbitalis. Tak, Harpumep, y
JIOBOJIBHO GOJIBITIOTO YHCJIA BU/IOB HA BCEM MMPOCMOTPEHHOM MaTepuasIe aH-
HBIII MOCTHUK MTOJTHOCTBIO OTCYTCTBYeET. OHAKO OH BCTPEUEH Y BCEX BUIOB
pona Clethrionomys, a Take 0OBIKHOBEHHOW CJIETTYIIIOHKH, KOTTBITHOTO JIEM-
MUHTa, TPOMETEeBOI MMOJIEBKU U MojieBKN MakcumoBruya. OueHb HU3Kast
YacToTa BCTPEY MOCTHMKA Y OHAATPHI, TIOJEBKU-9KOHOMKH (HE BO BCEX M3Y-
YEHHBIX BBIGOPKAX) u moseBku Mumnenaopda. HTepecHas cUTyarust Ha-
6aomaerest B pojie Alticola: y tutockouepertoii, cepeGpucToil 1 IEMMUHTO-
BUJIHOI1 TIOJIEBOK OH TIOJTHOCTBIO OTCYTCTBYET, & Y HOMITHATUBHOTO MOABH/IA
GOMBIIEYXOW TIOJIEBKH, Kak ¥ y moJjieBkr DeTncoBa, BCTpeyaeTcst ¢ OueHb
BBICOKOIT yacToToil (98.0% u 88.3% coorBercTtBenno). [Ipu atom y anraiicko-
ro nozasuaa Goabiieyxoil monaesku Alticola macrotis vinogradovi dpen ouenp
penok — 3.7%. Ipu rubpuausaiiiy aaTaiickoro 1 3a6aiikaabCKOTO MOBUIOB
GOJIBIIIEYXON MOJIEBKH, OCYIECTBICHHOM B BUBAPHBIX YCIOBUSAX, Y THOPH/I-
HOTO TIOTOMCTBA OTMeYeHa MPOMEKyTouHast yactota (0koJio 50%).

Y npescraBuTeseil o6mmMpHOTO poia Microtus naHHbli TPU3HAK TaK-
JKe pacrpeziesieH OYeHb MO3aUYHO. Y 9acTU BUJIOB, K KOTOPBIM OTHOCSTCS
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Bce BUBI oapoaa Neodon, a Takke KyCTapHUKOBast U y3KOUEPEITHAsI T10-
JIeBKH, 3apUKCUPOBAHO aJbTEPHATUBHOE COCTOSIHIE TpU3HaKa (JacTora
Bcrpedaemoctu coctasiisier 100%). ¥ apyrux BUAOB 4acTOTA BCTPEIAEMO-
ctu ponticulus infraorbitalis Takke qocraTouto BbicOKa — OT 75% y 3aKac-
nutickoit momesku 10 91.1% y o6brkHOBeHHOM 1 96.4% ¥ BOCTOUHOEBPO-
nefickoit. TIpu aToM GJIU3KOPOICTBEHHBII BUJL U3 TOM e TPYIIThI OOBIKHO-
BEHHBIX MOJIEBOK — MJIMIICKast TIOJIEBKA — UMEET B JIBYX U3YUEHHBIX BBIOOP-
Kax (IPUPOAHOI U JTaDOPATOPHON ) TOBOJHHO HU3KYIO YaCTOTY BCTpeUae-
MocTh (eHa — cooTBeTcTBeHHO 3.4% 1 8.8%. JI0o6aBUM TakiKe, 4TO TOIY-
yennbie B BuBapuu MIPuK YpO PAH rubpuibl BOCTOUHOEBPOIIEHCKO 1
MJIUHCKOM TIOJIEBOK UMENN TIPOMEKYTOTHYIO [0 OTHOIIEHUIO K POAUTEHC-
kuM dhopmam gacToTy BeTpedaeMoctu (pena — 61.3%. Y TeMHOI moeBKU
Microtus agrestis TpU3HAK MPOSIBJSET MOJTUMOP(HU3M, BCTPEUASICh € YaCTO-
Toit ot 17.2 1o 22.9%, npudyem mpu ero HAJUIUHU, TIPOSIBISIET 3AMETHYIO
BapHUaIuio 1mo ToJanuHe (MUPUHe), T.€. IO IKCITPECCUBHOCT.

Cpenu ipezicTaBuTesiell Ipyrux pogoB Arvicolinae Takike BCTpedaT-
Cs CIyvYan MOJHOHM (hUKcaluy JaHHOTO TPU3HAKA. JTO XapaKTepHO, HAIPU-
Mep, [JIsI BOASHON TTOJeBKU, CTENMHON MECTPYIIKY U IBYX BUIOB POJIA
Chionomys. B tpube Lemmini y cubUpcKOTro JIeMMUHTa TIPU3HAK He 00Ha-
PY’K€H, a y JIECHOTO JIEMMHUHTA €TO YacTOTa OKA3a/1ach JIOBOJIHbHO BBICOKOM
(6osee 90%). B To ke BpeMs y U3YUEHHBIX HAMU BUIOB XOMSUBUX 3TOT
(ben mpakTHUECKN TIOYTH OTCYTCTBYET U, TOJBKO Y CEPOrO XOMSIUKA OH OT-
MeUeH € 4acToToil BcTpeyaemoctu 2.3%.

B nactosiiee BpeMst Mbl 3aTPYAHIEMCS 00bSICHUTH TAKYIO MO3aud-
HOCTbH MTPOSIBJIEHUST TAHHOI CTPYKTYPBI ¥ OJIU3KUX TakcoHOB. Ecau o6pa-
TUTh BHUMaHNe Ha reorpaduyeckoe MoJIoXKeHNe apeasoB BUA0B U HopM,
MMEIONUX 1 He uMerorux ponticulus infraorbitalis, To, 3a HemHOrHMY HC-
KJIIOYEHUSIMU, OKA3bIBAETCSI, YTO TAKCOHBI C «BOCTOYHBIMIT» apeajaMu 1
TPUIIEININE C BOCTOKA 0OBIYHO UMEIOT €T0, a Y «3aMaJHbIX», HAITPOTUB,
OH JlocTaTouHO Yacto He Bcrpedaercs. FO.B. Hatikosckuit (1990) Benen 3a
A.A. JTio6uieBbIM Ha3bIBal MOA00HbBIE ABJEHUS reorpaduIecKiM «CTH-
JeM» B MOPGOJIOTUH, MTPUBO/IST B KAUeCTBe MPUMeEPA CJAyYal YacThIX
BCTPEY JKUBOTHBIX, CIOCOOHBIX K MIAHUPYIONIEMY TTOJIETY, HO U3 Pa3HBIX B
CUCTEMATHYeCKOM OTHOIIeHnH TakcoHoB B IOro-Bocrounoit Azun, koTo-
pBI€ JINITh U3PEJKA BCTPEUAIOTCS B IPYTUX pernonax. He muckioueno, 4to
U B HAIlEM cJiydae HabII0Ial0TCsT «BOCTOYHBIN» U «3aMajiHblii» CTHIU B
TIOSIBJIEHUU JIAHHOTO (heHa.

OmnpenesieHHbIN MHTEPeC MPEICTABIIAIOT XapaKTePHbIE BHIPE3KU OBAJTh-
HOTO OTBepCTHs. Bpipe3ka 10p3airbHOTO KPasi OBAJbHOTO OTBEPCTUS —
Incisura dorsalis foraminis ovalis (Icdo) HanGosee IpKO BBIpaKEHA Y T10JI€-
BOK U3YUYEHHBIX BUJIOB pojia Chionomys v IPaKTHIECKU SIBJISIETCSI THArHOC-
THYECKUM TipusHakoM moapoza (puc. 3.21). Oxgraxo ¢ HeGOJIBIION YacTOTON
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3.1 2

Puc. 3.21. Hsmenuusocmov 00p3anvHozo Kpas 08a1bHOZ0 OMEepCmus u
BLIPANCEHHOCTU KpY21020 omeepcmus Y 2ydaypckoi noresku Chionomys gud
(a—6), noaesxu Po6epma Chionomys roberti (8) u Kycmapnuxogoi noieexu
Microtus (Terricola) majori (2).

Denvi: 1 — omcymemeue suipesku 00P3aivHO20 KPas 08aibozo omeepcmus — Iedo(-);
2 — nanuuue sopesku — Icdo; 3 — nopmanvroe cocmosinue kpyziozo omsepcmus, — FRin;
4 — pedykuus kpyenozo omeepcmus — FRtmn

OHA BCTPEYAETCS TAKKe M Y TEMHON, 3aKaCIIIICKOI, MOHTOJIbCKO# 1 apran-
CKOI1 1T0JIEBOK, YTO TIO3BOJIIJIO HAM PAacCMAaTPUBATh €€ KaK HeMETPUUECKUT
MPU3HAK U UCIIOJIb30BATh B 00IIEM CPAaBHUTENBHO-(DEHETHIECKOM aHATN3E.

OmHOBPEMEHHO C PA3BUTHUEM JOP3AJIBHON BBIPE3KU OBAJIBHOTO OTBEP-
CTHSI Y CHESKHBIX TIOJIEBOK TIPOUCXOUT CMEIeHNEe MEIUATBHOTO CTOJIOMKA
stylus alisphenoideus medialis B opaibHOM HalpaBJIeHUN U COKpalleHUE
BUMIMOI CHAPY3KU YACTH KPYTJIOTO OTBEPCTHUsL. JTa CUTYAIMs Kaaccudu-
[[MPOBAaCh HAMM KaK «yMEHbBIEHUE KPYTJIOro oTBepcTusi» — foramen
rotundum minutum (FRtmn). IIoMUMO CHEKHBIX [IOJIEBOK, CO CPeaHeil
4acToToi (heH BCTpeyaeTcst y KyCTADHUKOBON MOJIEBKU U CTEMTHOI TIecT-
PYIIKH, & ¢ HI3KMMU YacTOTAMK — Y KOTIBITHOTO JIEMMUHTA, TI0JIeBKU bpaw-
JiTa ¥ TOPHBIX MOJIEBOK Mozipoaa Neodon.

BrIpeska BeHTPaIbHOTO Kpasi OBAJIBHOTO OTBEPCTHSI, OPUEHTHPOBAHHAS
B Me/IMajIbHOM HalpasjieHuu, — Incisura ventralis foraminis ovalis (Icve) — B
OCHOBHOM PacIipocTpaHeHa y Tpesicrasureseii TpuGsr Arvicolini, e nanbosee
YacTO BCTPEYAETCST Y TIOJIEBKU-IKOHOMKH, TIOJIEBKU MaKkcMOBUYA, 3aKaCITHii-
CKO, MaJI0a3WiCKON 1 IEHCUJIbBAHCKOM T0J1eBOK (pHc. 3.22) 1 ¢ HECKOJIBKO
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MEHBIIel YacTOTON — y IyIaypCcKoil N KyCTaPHUKOBOH moJieBok. OiHAaKo B
BHJIE PE/IKOiT BapHaI(iu 3Ta BBIPE3Ka OOHAPY)KEHA Y KPACHO-CEPOil IOJIEeBKY 1
KOITIBITHOI'O JIEMMMHTA.

=

o3

=

B

Puc. 3.22. Usmenuusocmo 6eHmMpaiviozo Kpas 08411020 0MEEPCMUS HA NPUMeEPe
nonesxku-axonomku (a), nosesku Pobepma (6) u saxacnuiickoil nonesxu (8).
Denvi: 1 — suipeska senmpanviozo kpas foramen ovale — Icve; 2 — nopmanviwiil Kpai
[ ovale — Icve(-)

Ha xpbutOKIMHOBUAHON KOCTA NMEETCS I0BOJIBHO MHOTO BapbUPYIO-
IUX TI0 TTPOSBJIEHUIO OTBEPCTUI C OTHOCUTEIBHO MTOCTOSTHHOM JIOKA/IN3a-
]_H/Ief/,I Y Pa3HbIX BU/IOB 1 TEM CaMbBIM JTOBOJIbHO Ha/I€5KHO TOMOJIOTU3UPYE-
MBIX TI0 «KPUTEPUIO TTOJ0KeHUI». [lanHas cepust OTBEPCTUH, COTTPOBOsKIA-
IOIUX OBAJTbHOE W KPYTJIO€ OTBEPCTUS, UMEET TPAKTUUYECKU «CKBO3HOE»
pacrpocTpaHeHne Ha BCeM U3YUYeHHOM HaMW MHOKeCTBE TAaKCOHOB C J10-
BOJIBHO TMIUPOKUM JTUATIA30HOM BapbUPOBAHMS YACTOT BCTpedaeMocTu. Jliis
TaKUX MUPOKO PACITPOCTPAHEHHBIX (DEHOB OT/EIbHbBIE CIyYan UX MTOJTHOTO
OTCYTCTBUA B KOHKPETHBIX BbI60pKaX, 110 HameMy MHEHHWIO, MOTYT 6bITb
OTHECEHBI Ha CUHET MPUYNH, CBA3aHHBIX CO C]Iy‘{af/,IHOCTbIO BbI60pKI/I.

K kaTeropuu mmpoKo pacpoCTPaHEeHHbIX (DEHOB OTHOCATCS: OTBEP-
CcTHEe B OCHOBAaHMMU MegHalbHOro cronbuka anucdenounna (Foramen
columellatum), sepxnee (Foramen rotundum accessorium superius), mepe-
nuee (Foramen rotundum accessorium anterius) u 0JHO U3 HUKHUX
(Foramen rotundum accessorium inferius I) orBepcTHii, COPOBOKAAIONINX
kpyraoe orBepetue (Foramen rotundum), a Takske 0HO 13 OTBEPCTHIL
(Foramen ovale accessorium posterius I), cCOIPOBOKAAOMKMX OBAJLHOE B
obsracTu 3aHero crosnbuka. OTBEpCTHE, PACIONOKEHHOE HECKOIBKO JI0P-
sanpHee mpenbiayiero (Foramen ovale accessorium posterius IT), okazanoch
cnenu(hUIHBIM TOJBKO JIUIS TIIOCKOUYEPEITHON MTOJIEBKH, Y KOTOPOIA €ro 4acTo-
Ta JIOBOJILHO BBICOKA. V13 BCeX PYTUX N3YYEHHBIX TAKCOHOB, KPOME JIEMMUH-
rOBUAHOM 110JIeBKK (BUJA U3 TOrO ke poga Alticola), 5101 beH He BeTpedeH.
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OxHO U3 9TO TPYIIIBI OTBEPCTUH, HasBaHHOE Hamu Foramen ovale
accessorium superius (FOvacsu), mmMeeT SIBHO MPEUMYIIIECTBEHHOE PACITPO-
cTpaHeHue, Kak u HanboJsiee oopmienHoe peHoTumdeckoe (Mopgoaori-
4yecKkoe) BhIpaskeHue, y mpeacrasutesieii kputietns (puc. 3.23). Ha ocHoBa-
HUN IPUMEHEHUA KPUTEPUA IMMOJIOKEHUA MbI CYUTAaEeM, YTO UMEHHO 3TOT
(heH cropagnvuecKu BCTPEUAETCS TaKKe U Y JOBOJIBHO OOJIBIIOTO YNCIa
BUJIOB apPBUKOJINH, XOTs €70 (PeHOTUITNYECKOe BhIpaskeHue («cremnuduaec-
KO€ KaueCTBO» ) HECKOIBKO OTIMYAETCS. TaK, i y XOMSIKOB 3TO JIOBOJIb-
HO KPYITHOE OTBEPCTHE, TO Y MOJEBOYBUX OHO OCTATOYHO MEJTKOE TI0 Pa3-
Mepam. TIpu 3TOM y 0IHOTO U3 BUIIOB T0JIeBOK — Alticola fetisovi — Kak Be-
JIMYUHA OTBEPCTUS, TAK W €T0 YaCTOTa TPUOIUIKAIOTCS K YPOBHIO, XapaK-
TEPHOMY JIJIST XOMSIKOBBIX.

Puc. 3.23. Omeepcmusi 6 obaiacmu foramen ovale y cuputickozo xomska
Mesocricetus auratus u cepozo xomsuxa Cricelutis migratorius.
1 — sepxnee conpososcoarowee omeepcmue f. ovale (FOvacsu); 2 — f. rotundum;
3 — f. ovale; 4 — dopsanvroe anucenoudnoe omsepcmue (FAsdo)

CriermuUIHBIM TOJBKO JIJIST BCEX TPEX BUIOB XOMSKOB 0KA3aJI0Ch OJIHO
13 OTBEPCTHI KJIMHOBUIHOU KOCTH - OP3aIbHOE aTuC(hHEHONTHOE OTBEPCTIE
- FAsdo (puc. 3.23, 4), XOTs1 HU Yy OJTHOTO M3 HUX YaCTOTa €TI0 HE JOCTUTAET
100%. lanmoe OTBEPCTHE TPUCYTCTBOBAIO TAK)Ke HA BCEX U3YUEHHBIX HAMU
yepernax OeJMUbUX U COHEBBIX U ObLI0 oT™Meudero [x. Xumnom (Hill, 1935)
kak "kanHosoOHoe" oTBepeTe (foramen sphenofrontale) mpu onucanuu
KpaHUAJbHBIX OTBEPCTHUI TPHI3YHOB. Y BUJOB mojceMelicTBa Arvicolinae,
Jlake B KAUeCTBE OUEHb PEIKOil abeppariui, OHO HaMU He 0OHAPY/KEHO.

Ha BeHTpasibHOI TTOBEPXHOCTH TeJIa OCHOBHOUN KITMHOBUIHON KOCTH
UMEIOTCST MeINATbHOE U JIATEPAILHO PACIIOJNOKEHHBIE OTBEPCTHSI, 4 TAKIKE
Menuasbias Gourtaressb. [lapHbie marepasbHbie OTBEPCTHS BCTPEYAIOTCS C
TOW WJTM WHOM 9acTOTON y OOJBIIMHCTBA M3YUYEHHBIX TAKCOHOB, JTOCTUTAST
HaMOOJIBIIEN YACTOTHI BCTPEYAEMOCTH Y CEPOTO XOMsSTUKa, MeananbHoe oT-
BepcTUe OCHOBHOM kanHoBuaHol koctu (Foramen basisphenoidale
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medium), orMeueHHOe eliie B paboTax Ha JHHENHbIX Mbitiiax (J{uos, CupJb
u Beppu) B 11eJ10M pacrpocTpaHeHo OoJiee OTPaHUYEHHO U €r0 4acTOTa
BCTPEYAEMOCTHU MeHbIe. XOTsS Y TAKUX BUIOB, KaK BOJSHAS ITOJE€BKA U CH-
OUPCKUIT IEMMUHT, OTMEUEHO HAJIMUKe 9TOTO (heHa Y TPeTu 0CoOeit.
[TpusHak — oKHOOOpa3Hast OKpyTJiast hoTaHe b Ha BEHTPAJIBHOI 1M0-
BepxHocTu basuchenonga (Fenestra basisphenodalis) nunrepecen Tem, uto
BCTPEYAETCs Y MAJIOTO YUCJIa BUOB: Y TPOMETEEBON TTOJEBKH U HECKOJIb-
KHUX BUJIOB T0JIeBOK ponoB Alticola w Clethrionomys, a takxe y Lemmus
sibiricus u Mesocricetus auratus, ipudeM ¢ HeGOIbINOM YacTOTON (pHC.
3.24). OxHAaKo OH, MO-BUIUMOMY, SIBJISIeTCS (DUKCUPOBAHHBIM TPU3HAKOM Y
0OBIKHOBEHHOTO XOMsiKa (110 KpaliHell Mepe, B U3y4eHHON HaMU OpeHOYP-
rCKOU motryJistiinu ero yacrorta coctasuia 100%). B nanmnom cirydyae mbi
“MeeM ellle OJIMH TUTTUYHBIN TPUMep MposiBieHns npasuia Kpenke.

Puc. 3.24. [omonozuunwvie ervt 0CHOBHOU KAUHOBUOHOU U HeOHO KOCMEl
na npumepe 006vikHo6ennozo xomsxa Cricetus cricetus (A), cepozo xomsuka
Cricetulus migratorius (b), xonvimuozo semmunza Dicrostonyx torquatus (B)
u necnozo aemmunza Myopus schisticolor ().

Denvi: 1 — 0KHO Ha BEHMPATLHOL CMOPOHE OCHOBHOL KIUHOBUOHOT KOCmu — [enestra

basisphenoidalis (FeBs); 2, 3 — omeepcmusi Ha 6eHMPaIvHOL NOBEPXHOCIU OCHOBHOT

KAUHOBUONOU KOCuU: 2 — Haudue meduanrviozo — foramen basisphenoidale medium
(FBsme), 3 — nanuuue 6oxosozo — f. basisphenoidale laterale (FBsla); 4, 5 — omeepcmus na
nebnoil kocmu: 4 — yosoennoe nebnoe omsepcmue — foramen palatinum duplicatum (FPldu),

5 — nanuuue manozo nebnozo — f. palatinum minus (FPlmn)
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Hauwunag ¢ pabor anrauiickux redietnkos Juona, Ipionebepra u
Beppwu, Ha mepeHet KAMHOBUIHON KOCTHU JIMHEHHBIX MBITIIEN U3BECTHO Ba-
pbupoBanue nepeanero radix praeopticus u, ocobenno, 3agnero radix
metopticus KOPEIKoOB, OKPYKAIINX 3pUTENbHOE 0TBepcTHe foramen
opticum, ofHaKO HaM yaa0ch a(GEKTUBHO UCTOIB30BATH ATOT TIPU3HAK
TOJIBKO Ha JIaGOPATOPHBIX JIMHENHBIX MbIlax. Ha MyseilHOM MaTepuaie u
BBIOOPKaX, COGPAHHBIX B TIOJIEBBIX YCJIOBUSX, 9TH XPYIIKHE CTPYKTYPBI CO-
XPaHAI0TCS BecbMa parMeHTapHO, TTO9TOMY BBITTOJHUTD UX CKBO3HYIO
KJTaccu(pUKAIHIO [T BCEeX M3YYEHHBIX HAMHU TAKCOHOB OKA3aJI0Ch TIPAKTH-
YECKU HEBO3MOKHBIM.

Ha ocHOBHOIT YacTH 3aTBIIOYHON KOCTU TPAAUITMOHHO YIUTHIBAETCS
BapuaIus Ynucjaa OTBEPCTUIH IS MTPOXOKICHUS TOABSI3BITHOTO HEPBA
(nervus hypoglossus). B mipesiesiax paccMaTpruBaeMOro MHOKECTBA TaKCO-
HOB OBLIN BCTPEUEHBI HECKOIBKO COCTOSTHUN MPU3HAKA — OT OJ[HOTO JI0 Ue-
TBIPEeX OTBepCcTUil. MBI paccMaTpuUBaIu UX Kak OTHOCUTEIHHO HE3aBUCH-
MbI€ TOPOTOBbIE MPU3HAKU, HE PACTIPE/IeIss BapUaIlly 110 KJaccaM, a pas-
JIeJISIst aTbTePHATUBHBIE COCTOSTHUA. TaK, yIBOCHHBIM COCTOSHUEM CUUTATN
TaKue, KOT/a MPOSIBIIOCH GOJIbIIIE OHOTO OTBEPCTHSI, T.€. CHO/IA BOIILIN 1
BCE Te, KOTOPbIEe UMEJIM TPU U YeThIPE OTBEPCTHS. AHATIOTUYHO BapUaHT
YTPOEHHOTO OTBEPCTUS BKJITOUAET yueTBepeHHoe. TeM caMbIM MBI CTapa-
JINCH UCKJIIOUATD HETTOCPEICTBEHHYIO JIOMOJHUTEIBHOCTD COCTOSTHU, KOTO-
past prBesia 61 K OTPUIATEIBHON KOPPEIAIMU MEKIY HUMHU. YUET YMHO-
JKEHHBIX COCTOSHUH MOABA3BIYHOTO OTBEPCTHUST OBLT BasKEH, TAK KaK HMEH-
Ho onu Bbigesstior Tpuby Clethrionomyini (8 06beme V.M. Ipomosa). Ilpu-
4eM HAMOOJBIIEH YACTOTON YTPOECHHOTO MOABA3ZBIYHOTO OTBEPCTHSI PE3KO
BBIJIEJISIETCS OAUH U3 BUAOB BBICOKOIOPHBIX 10J1eBOK Alticola fetisovi.

Ha mpumMepe morbsA3bIuHbIX OTBEPCTUH MOKHO Hanboiee HATIISAIHO
TIPOJIEMOHCTPUPOBATD, YTO COOCTBEHHO YePEITHBIE OTBEPCTHS B OTIPEIETICH-
HO¥T Mepe SABJISIOTCS BTOPUYHBIME TIPHU3HAKAMHU, OTPAKAIONINME 0COOECHHO-
CTU aPXUTEKTOHUKH COCYIUCTON U HEPBHOI cUCTEM. YMHOKEHIE OTBEP-
CTHI, TI0-BUIUMOMY, TPOUCXOIUT BCJEICTBHUE CIBUTA TOUEK PA3BETBIEHUS
(Y3J10B) My4YKOB HEPBHBIX BOJOKOH MOIBSI3bIYHOTO HepBa (nervus hypo-
glossus) BHYTpb uepera OTHOCUTENBHO JI0P3aTbHON (BHYTPEHHENH ) TIOBEp-
XHOCTH OCHOBHOW 3aTBIJIOUHON KOCTH — «JIHa yeperia». Ha puc. 3.25 npen-
CTaBJIEHA MOJICJTB, TTIO3BOJISIONAs OTIMCATH Pa3HOOpasne BAPHAHTOB CTPOE-
nus foramen nervi hypoglossi.

CoracHo 2TOI MOJIeNIN, B CIIyYae, €CIU Pa3BETBJIEHNE HEPBa IPOWC-
XOJIUT MOCJIE €TO BBIXO/A M3 YEPEITHOH KOPOOKH, MbI BUIIMM OJTHO OTBEP-
CTHe B Yyeperle, a eCJIU BETBJIEHNE TPOUCXOINT [0 BBIXOJIA HEPBA, TO TAKIX
OTBEPCTHI MOKET GBITh HECKOJIBKO, COOTBETCTBEHHO MOTYT BCTPEUAThCST
BapUaHTHI ¢ 2, 3 1 faxe 4 oreperuami. Mozesb oTpaskaeT HanboJiee Bepo-
ATHBIE YTH BETBJIEHUs HepBa. Bo3aMokHO, uTo HabJIioaeMoe pasnoobpa-
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n.hypoglossus Puc. 3.25. Modew
penozenemuuecxozo psda

noCA008AMENBHOZO YCIONCHEHUS
CIMPYKMYpvL 6eMeIeHUSs.
1006536141020 HEPEA
(n. hypoglossus), ompadcenozo
6 cmpoenuu nodss3bIUH0Z0
omsepcmust (f. n. hypoglossi)
Ha 3aMbLIOUHOL KOCTU
(os occipitale) 6orvweyxoti noaesku
(Alticola macrotis).
®€Hbl cmpoenust nOabﬂSbl‘lHOZO
omeepcmusi: FHgsi — oounounoe;
FHgdu — ydsoennoe;
FHgtr — ympoennoe;
FHgqu — yuemsepennoe

deHbl

Os occipitale

sue ¢enos (FHgsi, FHgdu, FHgtr, FHgqu) 3aBucutr oT pasHoii BbICOTHI
Yeperia WU Pa3HON TOJIIUHBI CAMON KOCTHOM IIJTACTHHKY B MECTe TIPOXO03K-
nerust Hepsa. [IpakTHYECKN y BeeX M3YYeHHBIX BUIOB BCTpeYaeTcs: GH0KOBOe
noabsasbiuHoe oreeperre Foramen nervi hypoglossi laterale.
[IpeacraBisieT MHTEPEC PACCMOTPETH TIPOSBJIEHUE 0c060T0 (heHa,
[IPEICTABISIONETO c060iT OKHOOOpa3HOe «BbINaeHnes hparMeHTa cocie-
BUJIHOI YacTu KaMeHucToii koctu — fenestra mastoidea (FeMs). 9ror Ba-
pUaHT CTPOEHUA MOoKasaH Ha puc. 3.26 nng Cricetulus migratorius,
Clethrionomys rufocanus, Alticola strelzowi u Micromys minutus. Y nocie-
nxero suaa no ganubiM beppu u Cupia (Berry, Searle, 1963), atoT den
¢uxcuposau, 1.e. cocrasaser 100%. beppu u Cupib B aHIIOSI3bIYHON
TpaHCKpUTIUK HasbiBatoT ero «fenestra flocculi». Tlo HammM gaHubIM, 9TOT
(en He BeTpedeH y npezacTaButesieil Tpubbl Arvicolini, HO YacTo IPOBII-
erca y Clethrionomyini (mo: I'pomos, Ioasikos, 1977) B ponax Clethrio-
nomys u Alticola u y Bcex usyuennsix samu Cricetinae. Beppu u Cupib
Tak;Ke OOHAPYKUBAIM ITOT (heH € BBICOKOIN 4acTOTOl y GEIIOHOrOr0 XOMsid-
ka (Peromyscus maniculatus), a Hamu oH ObL1 0O6HAPyKeH ¢ 4acToToi (26%)
B BeIGOpKE Ondatra zibethicus v B KauecTBe OYEHB PEKOTO BapUaHTa
(3.8%) y mpomeTteeBoii mosieBku Prometheomys schaposchnikovi. Takum 06-
Pa3oM, MOKHO TIPEIIOJNOKUTh, YTO AAHHBIH (eH COXpaHsIeT y psija Ipeji-
craButeseil Arvicolinae 4epThl, XapakTepHbIe 7St aHIIECTPAIBHBIX (POPM,
eme 6muskux k apesHumM Cricetinae. Mspenka o6HapysKUBaeTcs yABOEHUE
OKHOOGPA3HOTO BBITIAJICHUS (hparMeHTa KOCTH Ha OOJIBINNX CEPUsIX Yepe-
1oB y auHeiinbix Mbiiieil CBA, a takske y poikeii nmosesku ( Clethrionomys
glareolus). C Huskoit 4acToTOM MBI OGHAPYIKIIN HTOT BAPUAHT CTPOCHUS ¥
KpacHOCepoil 1 cepeGPUCTOI MOJEBOK, a TAKIKE Yy CUPUIICKOTO XOMSIKA.
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Puc. 3.26. Iomonoeus gpena Fenestra mastoidea (FeMs) — okHo Ha cocuyeuonotl
YACU KAMEHUCTNOU KOCMU Y ZPbI3YHOB PASHBIX CEMEUCME U NOOCeMEUCms:
1 — mvuuv-manomxa Micromys minutus (cem. Muridae); 2 — cepuuii xomsuox Cricetulus
migratorius (nodcem. Cricetinae); 3 — kpacno-cepas noaesxa Clethrionomys rufocanus;
4 — naockouepennas nonesxa Alticola strelzowi (nodcem. Arvicolinae). Y Beppu u Cusaa
(Berry, Searle, 1963, Fig. 6) ¢pen onucan dis Peromyscus maniculatus
(cen. Sigmodontidae) u Micromys minutus u Haséan 6 anzi0s3viunoll Gopme —
«fenestra flocculi»

Ha moKpOBHBIX KOCTSIX Yepelia HaM TaK:Ke yIaJ0Ch TOMOJIOTH3UPOBATh
GOJIBITMHCTBO MPU3HAKOB. [Ipesk/ie BCero, K HUM OTHOCUTCSI TIEJIBIH PSIZT OT-
BepcTuil Ha T0OHOI KocTr. KpoMe Toro, y HECKOJIBKUX BUIOB OOHAPY KEHbI
TaK Ha3bIBAEMbIC «POIHUYKN» — OCTAIOMIHECAd HE OKOCTECHEBIINMN y‘{aCTKI/I
CTHIKA TIAPHBIX JIOOHBIX U MTAPHBIX TEMEHHBIX KOCTEH (TIEPeTHIN POIHITIOK),
a Takske B 00JTaCTH KOHTAKTA MAPHBIX TEMEHHBIX KOCTEH ¢ HETTapHOU MesKTe-
MEHHOU KOCThIO (3amHuil pogunyuok). Ham mpeacTaBisiercs, 4To iepeHUN
poxunuok Fonticulus frontalis MoskeT GbITH TOMOJIOTMYEH TaK Ha3bIBA€MOI
3Be3/1000pa3Hoii 106HO0iT (hoHTAaHE U, OIIMCAHHON /ISt IMHEHHBIX MbIIIei
(Deol, Truslove, 1957; Bacuibes u ap. 1986). Okaszanioch, 4TO 9TU COCTOSHIS
((ennr) ¢ JOBOJIBLHO BHICOKOI 4acTOTOM (0K0J10 30% ) BCTPEYAIOTCS TAKKe Y
KOITBITHOTO JIEMMWHTA W CTETTHON TiecTpy Ky (puc. 3.27), a TakKe U3peKa
MOTYT OBITH OOHAPYKEHBI Y CHPUICKOTO XOMSIKA U HEKOTOPBIX BUIOB CEPHIX
MOJIEBOK. Y 9THX jKe BUI0B OOHApYysKeH U 3aaHuil pogandok Fonticulus
posterior. Kak u3BecTHO, y JIMHENHBIX MBIIIEH OTIMCAHO TaK Ha3bIBAEMOE Be-
perenosuHoe paciupenne go6Horo msa (Deol, Truslove, 1957; Bacuibes u
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Puc. 3.27. Iomonozuunvie penwl:

1 - FnFr* (Fonticulus frontalis) - naruuue 106noti ponmanenu (nepednuii "podnuyox "),
2 - FnPa* (Fonticulus parietalis) - namuuue memennoi gponmanenu 8 061acmu memennozo
wea (3a0nuil "podnuuox”), 3 - sepemenosudnoe pacuupenue mexciobnozo wea - FsFrfm
(Fissura frontalis fusiformis), 4 - Oclfpo (Ossiculum interfrontale posterius) - ecmasounas
Mencnobnas kocmv 6 abopaivioll yacmu 1061020 wea y Mesocricetus auratus (A-b),
Dicrostonyx torquatus (B), Lagurus lagurus (T')

ap. 1986). dror den Takke oGHAPYKEH HAMU ¢ HeGOJIBIION YaCTOTOM y CTell-
HOM IeCTPYIIKY U Y BCEX BUIOB XOMSIKOB, TpryeM y Mesocricetus auratus on
okazajcs (puKcupoBaHHbIM (cM. puc. 3.27).

OTMeueHa TakKe TEHIEHIIV TTOSIBIEHUST TOTIOTHUTEIbHBIX KOCTHBIX
HJIEMEHTOB B BUJIE BCTABOUHBIX MIOBHBIX KocTouek. Hanbosee ussectro
pa3BUTHE MEKIOOHON KOCTH Y MHOTUX MHOPEIHBIX JIMHUIT TaGOPaTOPHBIX
mbrmeit Mus musculus. OHako aTOT MPU3HAK OKA3JICI OUEHb PEIKUM U,
TIOMUMO JIOMOBOI MBIIIH, BCTPEUEH TOJBKO Y IBYX BUIOB — MAaIIeHHON 1
BOCTOYHOEBPOIIEICKOIT TIOJIEBOK B KauecTBe PeIkoro BapuanTa (5 — 6%). B
TO K€ BpeMst 0OHAPYIKEHBI U APYTUE BAPUAHTHI BCTABOYHBIX KOCTOYEK.
Opna us Hux Ossiculum intercalare sutura parietalis pacmosoxena B mBe
MEKIY TEMEHHBIMU KOCTSIMI. JTOT JOTIOTHUTEIhHBIN KOCTHBIN JIEMEHT C
rHanbosrbieil yactoroit (6omee 30%) BCcTpeyeH HAMU Y OJHOTO U3 BU/IOB-
JIBOMHUKOB 0OBIKHOBEHHBIX TIOJIEBOK — Microtus levis.

[Tpu 5TOM BCTaBOYHAS KOCTOUKA MOJKET OBITH CABUHYTA K TIEPEHEMY
WJTH 3a/THEMY KOHILY CPETHETO IIBa, a TAKKe PACIIOJIATAThCs B €r0 cpeiHeit
vactu. U, HakoHeIr, 6511 BCTPEYeHbl 0COOH, Y KOTOPBIX 3Ta KOCTOYKA TPO-
cTupasach Ha Bclo jumHy miBa. [Ipumepsr mokazansl Ha puc. 3.28.
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Puc. 3.28. Denvt nokposHvLx KOCMeE Kpviuli uepend i 60CMOYHOE8PONEUCKOL
nonesxu Microtus levis (A—B) u o6viknosennozo xomaxa Cricetus cricetus (I):
1 — OcPalp (Ossiculum intercalare parietointerpfrietalis) — ecmagounas xocmouxa 6
memenno-meacmemennom wee; 2 — OcPa (Ossiculum suturapatietalis intercalare) —
6cmasounas kocmouxa ¢ memennom wee; 3 — Oslpbi (Os interparietale bipartitum) —
pasoenenue MeImeMenHot KOCmu ueom

TOMOJTOTUYHBIE THOBHBIE KOCTOUKU TTPUMEPHO € TAKIKE YACTBI Y 0ObIK-
HOBEHHOTO XOMsiKa. VI3penka oHM BCTPEYaroTCs Uy IPYTUX BUIOB KPHUIle-
THI, TpUYeM €3 Kakoii-mbo CBsA3K ¢ TIPUHAJIEKHOCTHIO K OTIPEACTCHHBIM
TpubaM. Y TOH Ke BOCTOUHOEBPOIIEICKON OIeBKU 0OHAPYKEHBI TTapHbIE
MHTEPKaISIPHbIe KOCTOUKH B IIIBE MEXKY TEMEHHBIMU M MEKTEMEHHOI KO-
CTSMU, MHOT/IA TTPEJICTAaBIeHHbIE aCUMMETPUYHO (cM. puc. 3.28). ITu dhenbl
TakyKe ¢ HU3KOI 9acTOTON OBIIIM BCTPEUEHDI U Y PAfia IPYTHX BUJIOB.

JloBOJIBHO pacIpoCcTpaHeHHBIM SIBJIEHUEM 0Ka3aJI0Ch MOAPa3ieIeHue
MEKTEMEHHOH KOCTHU JIOTIOJTHUTETbHBIM MEUATBHBIM IITBOM. JTa BapUAIIH
BCTpEUYEHA HAMU Y 8 BUOB KPUIIETHU, TIPUYEM Y TIPOMETEEBOII TTOJIEBKU
6oJiee IOJIOBUHBI 0COHEH NMEIOT TTOJIPA3CTEHHYIO MEKTEMEHHYIO KOCTh. Y
JIBYX M3YYEHHBIX HaMU yepenos Nesokia indica MesxxTeMeHHast KOCTh Obla
oIpa3esieHa AByMsI JOTIOTHUTEIbHBIMU IIIBAMU HA TPU (parMeHTa.

Jlasee MBI cunTaeM HEOOXOMMBIM OCTAHOBUTHCS Ha TOMOJIOTH3AIIU I
BUCOYHBIX OTBEPCTUI Y NpefcTaBuTeNeH ABYX N3YUYEHHBIX HAMU TTOJICe-
MeHCTB. PyKOBOJCTBYSICH «KPUTEPUEM TIOJIOKEHWS», MBI TIPETIOIOMKUITH,
4TO BUCOYHOE OTBEPCTHE KPHUIIETHH, PACTIOIOKEHHOE OJIMKE K OPATLHOMY
Kpalo YelryifyaToil KOCTH, TPYIHO TIOCTAaBUTh B COOTBETCTBUE (TOMOJIOTU3H-
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POBaTh) BUCOYHOMY OTBEPCTHIO APBUKOJINH, Y KOTOPBIX OHO PACIIOJIOKEHO
Guiske K aGopasibHOMY Kpato aToil koctu. [Tpu GoJiee TIIATETEHOM aHAU3E
KaK Y MMOJIEBOK, TaK U Y XOMSIKOB GBI OOHAPY KEHbI CITyYal «COBIAICHUS>,
T.€. OTHOBPEMEHHOTO OGHAPY KEHUSI Ha OTHOW U3 CTOPOH Yeperia ¥ TEePEIHETO
1 3a/IHETO BUCOYHBIX OTBEPCTUI. TakuMm 00pa3oM, «TecT Ha cOBIazeHue» (CM.
paszen 1.3) okazascs MOJTOKUTETHHBIM, @ 3TO 03HAYAELT, UTO JJAHHBIE CTPYK-
TYPHDBIC 9JIEMEHTDI CJACAYET CIUTATDH PA3HBIMU HEMECTPUICCKUMU TTPU3HAKA~
Mmu. Ha ocnoBamuu 9T0T0 aHaan3a BUCOYHOE OTBEPCTHE TOJEBOYBUX Pac-
CMATPUBAJOCh HAMHU KaK COOCTBEHHO BUCOUYHOE OTBepcTue — Foramen
temporale, a BUCOUHOE OTBEPCTHE XOMSIKOBBIX KaK MEpeIHee BICOTHOE OT-
Bepcrue — Foramen temporale accessorium anterius. IIpu aTom siuiib y cu-
PUICKOTO XOMSsTKa ObLIO OOHAPY/KEHO TOJBKO MEePeIHee BUCOTHOE OTBEPCTHE.
Yy ABYX JIPYTUX BU/I0B XOMAKOB, KaK 1 'y Pa3HbIX BUJOB T1OJIEBOYbUX, BCTPE-
YATCST PasHOOOPa3Hble BAPHAHTHI KOMOWHAIIUI TIPOSIBJIEHUS 3TUX (DEHOB.

3.2.2. Kamanoeuszauusa nemempuueckux npu3Haxo6 epoui3yHos

TakuMm 06pazoM, peruB psij| PoGJIEM, CBA3AHHBIX C TOMOJIOTH3AIHEN
COCTOSTHUIT HEMETPUUYECKHUX PU3HAKOB ((PEHOB) y PA3HbIX BUIOB IPHIZYHOB,
MOJKHO TIPUCTYIUTH K COCTABJIEHUIO MX 0b11ero pabouero karamora. K coxka-
JIGHUIO, JI0 HACTOSIIIIETO BPEMEHH OOTIENPUHATON JTATUHCKONH HOMEHKJIATY PhI
UISI HEMETPUYECKIX [TPU3HAKOB HE CYIIeCTBYeT. B aHTI0sA3bIYHOIT JIuTepary-
P€e OOBIYHO UCTIONB3YETCS JATHHU3UPOBAHHAST AHTJIMIICKAs HOMEHKJIATYPa.
Pycckosi3brumble aBTOPBI, KAK IPABUJIO, TPUOETAIOT K KOMOUHUPOBAHHOMY
MO/IXO/LY, COYETAIONIEMY MCIIOIb30BaHIE OONIEIPUHATHIX JATHHCKUX HA3Ba-
HUI KOCTHBIX 9J1eMEHTOB (OTBepCTHUil, (hOHTAHEIEl, OTPOCTKOB) C YTOUHSIIO-
HIMMU QHATOMUYECKIMU TEPMUHAMU HA JIATUHCKOM SI3bIKE JIJIsT OIIMCAHUST CO-
CTOSIHUSI CTPYKTYPBI-TIPH3HAKA WK ee Jiokayuusauu. [1pu takoMm nmoaxoze k
OIMCAHMIO TIPUBHAKOB M UX COCTOSIHUIT — (DEHOB, IPOUCXOMUT IPUMEHEHUE
BCe TeX JKe KPUTEPHeB TOMOJIOTH3AINN: «KPUTEPH CIIEI[HATBHOTO KAYeCTBAY
(HaJIMY¥e — OTCYTCTBUE, HOPMAJIBHOE PA3BUTHE — PEAYKIIH, OJUHOYHBII —
YMHOJKEHHBIN U [IP.) U «KPUTEPUS MOJOKEHUT», T.€. TONOrpapuIecKoit
TIPUBSA3KH» K 6a30BBIM MOPMOIOTHYECKUM CTPYKTYpaM (oTaenaM u «obJa-
CTSIM» Yeperia, UM OTAEJIbHBIM KOCTsIM ). MBI TIOIILTH 110 BTOPOMY IIYTH, PY-
KOBOJICTBYSICH OOTIMMU IIPUHIMIIAME TOCTPOEHUST KaTasiora (DeHoB, paHee
npeanoxernbivu H.W. Jlapunoii u 11.B. Epemunoii (1988) u yske atpo6upo-
BauubiMu Hamu (Bacuibes u zip., 2000).

Ornucanue MpU3HAKOB MPOBeEHO AU HEPEHITUPOBAHHO JIJIST PA3JINY-
HBIX KOCTell: CHaYaJIa IepeyncIeHbl XOHIPAIbHbIE KOCTH, 3aT€M — TIOKPOB-
uble (Tabu. 3.1). [IpusHakam JaHbl OJIHbIE JJATHHCKUE Ha3BaHUA U KPAaTKIe
TIOSICHEHUST JIOKATTM3AI[UN COOTBETCTBYIOMNX MopdocTpykTyp. Ha ocHoBe
JIATMHCKWX HAa3BaHWIl COCTaBJIEHBI COKPAIEHHbIE YCAOBHBIE GYKBEHHBIE
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obo3HauyeHust (KOJbI), KOTOPbIE BKJIOUAIOT aGOPEBUATYPY CJIOB HA3BAHUSI
pU3HaKa ¢ J0O6aBJICHUEM OKOHUYAHUS JIJIsT 0003HAUECHUSI COCTOSTHUN — (he-
HOB. [TOCKOJIBKY B GOJIBITUHCTBE CJIyIaeB HAOOP COCTOSTHUN MTOBTOPSIETCS Y
Pa3HbIX MPU3HAKOB, TO MEPEBOJ] UX JIATUHCKUX 9KBUBAJIEHTOB B TabJIUIE HE
npuBoANTCs. B ciryyae Hamm4us nmpusHaka (HOPMaJbHOTO Pa3BUTUS MOP-
docTpykTyphl) HazBaHUe (heHa COBIA/IAET C HA3BAHUEM MTPU3HAKA.

s ApyTux cOCTOSHUHI HaMU PUHSTHI CJIeAYIoNe COKpalleHHbIe
OKOHYaHUA: ecai MOP(HOCTPYKTYPa PEAYIIUPOBAHA UM OTCYTCTBYET, /10-
Gasisiercs okoHvyanue — (-), MpeAcTaBieHa B eIMHCTBEHHOM ynciie (Onu-
HouHast) — si (simplex), yasoerna — du (duplicatus), yrpoena — tr
(triplicatus), «yuerBepena» — qu (quadruplicatus), ymMHOKeHa — mX
(multiplex). B manpHeiinieM B TabJuiax U Ha PUCYHKAX B Pa3HBIX pas/ie-
Jiax paboTel OyAyT (DUTYPUPOBATH TOJIBKO KOl (DEHOB. 3BE30UKAMU TI0-
MeUYeHbl YHUTAPHbIC MeIUaJIbHbIe TPU3HAKH, PACITOTIOKEHHBIE BIOJIb OCH
cumMeTpun Tesa (depena). B mocremateit tpade TaOMUIBI JAIOTCS CCHLTKH
Ha PUCYHKU U (oTorpaduit, Ha KOTOPHIX N300PaKEHbI COOTBETCTBYIOIINE
(denbr. Karamor cogepsut orucatnue 6osee 100 mpusHakoB, 0OHAPYKEHHBIX
npu usydenuu npeacrasutesneit cem. Cricetidae.

[TpuHIIUT TOCTPOEHUS KATAIOTa TTO3BOJSET PACITUPSTD U TOTIOJ-
HATDb €T0 HOBBIMU TIPU3HAKAMU U (peHAMU TIPHU AATbHEHTIX MOPGHOTIOTH-
YeCKUX U PEeHETUUECKUX UCCIEIOBAHUSAX TPHI3YHOB. B CBA3U ¢ 9TUM B
KaTaJOT BKJIIOUEHBI IPU3HAKY, U3YUEeHHbIE HAMU Y JTMHEHHBIX MBITIEN,
Ky/la BOIILIN TIPU3HAKK CTPOCHUS HE TOJBKO Yepera, Ho U GePeHHON KO-
ctu. Kpome toro, B Hero 6w 106aBJIEHBI HEKOTOPBIE TIPU3HAKK, 0OHAPY-
JKEHHBIE TTPU U3YYEHUW MPUPOAHBIX TOMYISAIUN 10MOBON Mbiiu Mus
musculus, a Taxxe TOMYASAIUN MaJoit TecHoit Mbltu Sylvaemus uralensis,
He MCITOJIh30BABIIIECS HAMU MIPU CPABHUTETHHO-(DEHETUIECKOM aHAII3e
XOMAKOBBIX. OQ01IIee YHCITO OMUCAHHBIX TOMOJOTHYHBIX TPU3HAKOB COCTA-
Buso 126, a ux cocroguuii — penon — 266. /{ns cpaBauTenpHo-heneTn-
yeckoro ananusa ugos Cricetidae 6b110 oTo6pano 107 npusHaKoB, mJs
BCEX U3YYEHHBIX BHYTPUBUAOBBIX (DOPM ¥ BUIOB IPHI3YHOB OBLIN Haiise-
HBI, UIeHTU(OUIUPOBAHBI U TOMOJIOTU3UPOBAHKI B 11eJ1oM Oosiee 2500 de-
HOB — IUCKPETHBIX YCTOWYUBBIX COCTOSHUI HEMETPUYECKUX TPU3HAKOB
ckeseta. OCHOBHBIMU MOJEJSIMU JIJISI TPOBEEHISI MEPOHOMUYECKOTO
aHaJIM3a IOCIYKUIN 46 BBIOOPOK, IPeACTABIAIONINX 39 BULOB, U3 KOTO-
poIx 36 oTHOCATCA K mogceMeiicTBy Arvicolinae, a B KauecTBe BHeNIHE
TPYIIIIBI UCTIOBb30BaHbl TPU BUjA ojceMeiicTBa Cricetinae: 06bIKHOBEH-
HBII XOMSIK, CHPUICKUI XOMSIK U CEPbIil XOMSAUYOK, OTHOCAIAECS K Pa3-
ubiM poaaM (IIpunoxenue, tab. 3.2). YacTh MOJUTUNNYECKUX BULOB
npecTaBIeHa, KaK yKe 0TMedanoch, aAuddepeHupoBaHHbIMU BHYTPHU-
BUIOBBIMU (DopMaMu. DTO y3KOUepeIHas MoJeBKa, M0JIeBKa-9KOHOMKA,
3aKacnuiickast ¥ MIUiCKast, TaMUPCKas ¥ JJIEeMMUHTOBUIHAS TIOJIEBKH.
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JList OTIleHKM KaueCTBEHHOTO (DEHETHUECKOTO Pa3HOOOpasust TAKCOHOB
[TPOBEJIM aHAJIN3 XapaKTepa paciipe/iesieHus (heHOB, KOJAUPOBAHHBIX IUMpaMu
«0» 1 «1», 110 TaKCOHAM € IPUMEHEHHUEM TIPOIIELyPHl MHOTOMEPHOH HehUKCH-
POBAHHOI cepUaI COOTHOITEHUH TaKCOH—TIPU3HAK MeTozioM bpoyapa-Kaii-
aa (Brower, Kyle, 1988). B asroputy MeTo/a 3aJI05KeH MOUCK B3aUMHOMU yI10-
PSIZIOUEHHOCTH JIBYX MHOKECTB — MHOKECTBA TIPU3HAKOB 1 MHOKECTBA COJIEP-
JKAIIUX MX BEIOOPOK. METO/I TI03BOJISIET 0OECTIEUNTh ACCOITUAITIIO MATPHILBI TIO
cTpokaM (TakcoHaM) ¥ KoJIoHKaM (mpusHakam). IIporteaypa cepuarium obec-
MEYNBAET PEOPTAHUBAINIO PACCTAHOBKY JaHHBIX B MATPUILE TAKUM 00PA3OM,
YTO TIPOSIBJICHIE TIPU3HAKOB KOHIIEHTPUPYETCS BAOJb AMArOHAIN MATPHUITHI
HACKOJIBKO 9TO BO3MOKHO OCYIIECTBUTD, PazpaboTaHbI IBa aJlTOPUTMA OITH-
MU3AIIN JIAHHBIX: OTPAHIIEHHBIH yeIoBHsIME (constrained) v He orpaHUYeH-
HbIT yeoBusivu (unconstrained). B miepBoM cirydae TOJBKO CTPOUHBIE TAHHBIE
— JIAHHBIE TI0 TAKCOHAM — TIOJ[BEPTalOTCsSI CBOOOIHON PeapaHKUPOBKE M CBO-
GOTHO TIEPEMEIIAIOTCS, TIPH BTOPOM CIOCO6e He(UKCUPOBAHHOI cepraliim
KaK CTPOYHbIE JJaHHBIE TI0 TAKCOHAM, TaK ¥ IAHHbIE 110 CTOJIOIAM, T.€. TI0 TIPU-
3HaKaM, CBOOOJIHO MOTYT TIEPEMEIIATHCS B COOTBETCTBUH ¢ TPEOOBAHUSIMU aJl-
ropurMma. B Hareit paGote MbI IPUMEHSIITH BTOPOU cIIOCO0 /ISt OTIEHKU BO3-
MOKHOM «30HUPOBAHHOCTHS TAKCOHOB TIO TTPOSIBIICHUIO ATETePHATUBHBIX MTPHU-
3HAKOB. Pe3yssTaThl 9TOH MPOTIeayphl OTPAsKEHbI Ha puc. 3.29.

Kak BuiHO M3 pucyHKa, pactpeereHue (heHoB Mo TAKCOHAM U 3aBHUCS-
1Iee OT HETrO pacipezieieHNe TAKCOHOB TI0 MPeICTaBIeHHOCTH (heHOB OKa3a-
JIOCH He CJIyJaiiHbIM. B 1eHTpaspHOIl YacTu pUCYHKA Ha MPeICTaBIEHHOM
CIIEKTPE TIPOSIBJIEHU T TIPI3HAKOB BCTPEUEHBI TOJIBKO 8 TOMOJIOTUYHBIX (DEHOB,
KOTODBIE UMEIOTCS Y BCEX M3YYeHHbIX BUAOB rpbisyHoB: FFr, FPldu, FMxzm,
FHgdu, FIp, FMxla, FRtacan, FPImn, a Take 0TCYyTCTBYIONINE TOJBKO Y O/
Horo Buga: FMxzmor, FMas, Flpla, FBsla, FPoan. 9tu Bapuaiuu MpusHaKkoB
TOTOJIOTHYECKU JIOCTATOYHO MTUPOKO PasOPOCAHBI 10 KOCTSIM Yeperia U Paciio-
JIOJKEHBI Ha JIOOHOI, HEOHOM, BEpXHEUYETIOCTHOM, NPEIYeNTIOCTHOM, MEKTEMEH-
HOI, 3aThIJIOYHOM, OCHOBHON KJITMHOBU/THON KOCTSIX U HIKHEN yemmocTh. [[py-
rve (eHbl U IPU3HAKY BCTPEUYAIOTCST KPaiiHe PEKO U XapaKTepU3yIOT BCEro
HECKOJIBKO TakcOHOB. HarpuMep, r1aBHBIM 06pa3oM y CHEKHBIX TTOJEBOK
Chionomys BcTpedaeTcst XxapakTepHast BBIPE3KaA J0P3AJTbHOTO KPasi OBATLHOTO
oreperus Incisura dorsalis foraminis ovalis (Icdo), kotopas BeTpeuena Takke
y Microtus agrestis u Microtus transcaspicus Kak odenb penkuii dpen. Crierm-
uanbiv g Ellobius talpinus ssasiercs Fenestra maxillopalatina — oxHO06-
pasHoe nucrondenue HéGHoi koctu (FeMxPa), hopmupyioleecs mpu mpudm-
JKEHUU aJTbBEOJISIPHON YacTh BEPXHUX PE3IOB K HEOHOM mnactunke. Ocoboe
TIOJIOJKEeHNe Ha TIPE/ICTABJIEHHOI TiarpaMMe UMEIOT Takie (peHbl, aTbrepHaTH-
Ba KOTOPBIX SIBJISIETCS IIUPOKO PACTIPOCTPAHEHHO# /ISt GOTBITHHCTBA H3YUYEH-
HBIX BUJIOB, a MOSBJEHNE TaHHOTO )eHa — JOBOJIbHO peikuM: Fenestra
parietalis lateralis — okHO B 06acTH BHCOUHO-TEMEHHOrO I1Ba, Foramen



ITTABA 3. TOMOJIOTHYECKAA UBMEHYUBOCTD MOPDOJIOTHYECKHX ... 143

basisphenoidale medium — cpeaunHoe OTBEpCTHE HA OCHOBHOM KJIMHOBUAHON
koctu. OTCYTCTBYE TIPOSIBJICHYSE 9TUX (DEHOB SIBJISIETCSI HOPMOIT /1715 GOJIBIITIH-
crBa TakcoHoB. MeH — 3axHuil poganuok Fonticulus posterior — dorTaness B
00JTaCcTH TEMEHHOTO TI1Ba BCTPEUYEH TOJBKO Y YEThIPEX TAKCOHOB: Microtus
ilaeus, Lagurus lagurus, Dicrostonyx torquatus, Mesocricetus auratus. 910 OueHb
PEIKIiT TOMOJIOTUYHBIH (heH, HO Ha JIOMOJHUTETBHO N3yYeHHOM MaTeprasie
BO3MOKHO €r0 TIPOSIBIICHUE Uy GOJIBIINETO YHC/Ia BUIOB.

YacTh MPU3HAKOB U UX PEHOB CHEUGUUHBI JJIsT POJOB WU TPUO.
Hampumep, Foramen columellatum duplicatum — ynsoeHHOe oTBepCTHE B
OCHOBAHWU MeAMaTbHOro aauchenongnoro cronbuka (StAsme) c iare-
PaJIbHOU CTOPOHBI, KOTOPOE MIPOCMATPUBAETCS B 001eM yriryOaeHun
OBAJIBHOTO U KPYTJIOTO 0TBepcTHil. OHO BCTPEeUeHO Y GONBIINHCTBA BUIOB
pona Alticola v HexapakrepHo st Apyrux poaos. Men Fenestra mastoidea
— OKHO Ha COCIIEBUIHON YaCTU KAMEHHUCTOI KOCTU — He BCTPEUEH Y TIPeJi-
crasuresneil Tpubbl Arvicolini. Takue dennl kak FTmacsu, FRtan, FeFrla,
Icve, StAsme(-), HATIPOTHB, XapaKTEPHBI JIJIsT 3TOI TPUOBI, HO He OOHAPYIKe-
HbI y IPYTUX TAKCOHOB. Ha pmarpaMme XOpOIIo MPOCIEKUBAETCS COBEP-
MEeHHO OTYETJIUBBIN TPEH/| CMeIeHNsT BCTPeuaeMOCT (DEHOB OT JIEBOTO
BEPXHETO yTJIa TabJUIBI K TPABOMY HIKHEMY. [IpH 3TOM CBEpXY BHU3 U3Y-
YEHHDbIEC BU/IbI 1 BHYTPUBU/IOBbBIC CI)OprI «BBICTPOUJINCH» B COOTBETCTBUN
¢ UX TPUHAIECKHOCTHIO, BO-TIEPBBIX, K TojceMeiicTBaM: Arvicolinae —
BBepxy, Cricetinae — BHU3Y, BO-BTOPbIX, — K COOTBETCTBYIOIUM TprbOaM B
COOTBETCTBUM C UX COCTABOM, NMPUHATHIM B cucteme M.A TlaBaunoBa
(2006). ITpu yTeHNM KOJIOHKW Ha3BAHUN BU/IOB CBEPXY BHU3 BUIHO, YTO
BUJbI Pa3HbIX TPUO CJIEAYIOT O[HA 3a Apyroii: Arvicolini, Lemmini, Ellobini,
Prometheomyini, ¢ oueHb HEGONBIINM HAJOKEHUEM APYT Ha APyTa, KOTO-
PO€e MOKHO OTHECTH Ha CYET CJAYYAWHBIX TIPUUNH, YTO, HA HAI B3TJISI, He-
U30€KHO IPH COIOCTABAECHIUU TAKOTO OOJBIIOr0 MaccHBa AaHHBIX. [Ipu
ATOM U3YYeHHbIE BU/IbI U BHYTPUBUIOBBIE (DOPMBI «BBICTPOUJINCH» B OTIpe-
JeJIEHHOM MOPSIIKE: CHU3Y — Oostee npeBHKEe (GOPMbL: XOMIKHU, IPOMeTeeBa
MOJIEBKA, IEMMWHTH, & BBEPXY — 9BOJIIOIMOHHO TTPOJABUHYTHIE: TIPE/ICTABH-
tesin Tpubbl Arvicolini. ITo 4acTOTHON HAIIOJTHEHHOCTH TOTO K€ CIIEKTpa
(eHOB y U3yueHHBIX TAKCOHOB YCTAHOBJIEHO, UTO T€ (heHbl, KOTOPBIE SIBJISI-
10TCST OOUMMU JIJISI BCEX M3YUYEHHbBIX BUAOB, B OOJIBIUIMHCTBE CIydyaeB UMe-
10T ¥ MAKCUMAJIbHYTO YaCTOTY BCTPEYAEMOCTH.

Ha wnarnr B3risiji, BbIsiBJE€HHAs] 3aKOHOMEPHOCTD B KAUECTBEHHOM |
KOJIMYECTBEHHOM (DEHETHUYECKOM PasHOO0Pasuy U3yUYEeHHOT0 MHOKECTBA
TAaKCOHOB HAIJISITHO WJLTIOCTPUPYET FTOMOJIOTHYECKHUE PSI/IbI U3BMEHUUBOCTH
M3Y4YEeHHON crcTeMbl Tpu3HakoB B monnmanuu H.M. BaBuiosa 1 ykasbisa-
€T Ha MEePCIeKTUBHOCTD UX MPUMEHEHUSI JIJIsT OIIEHKHU YPOBHEI STIUTeHeTH-
YEeCKO IMBEPreHIINK TAKCOHOB PA3HOTO PaHTa € UCIIOJb30BAHUEM JIPYTHX
KOJINYECTBEHHBIX METOJIOB aHAIN3a BCTPEUAEMOCTH (DEHOB.
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Puc. 3.29. Pacnpedenenue gpenos 107 nemempuueckux nopozosvix npusHaxos
uepena no MAKCOHAM ZPol3yHOB8 NOCIE BLINOIHEHUS NPOUCOYPbL MHOZOMEPHOL
nepuxcuposannol cepuavuu (unconstrained seriation) coomuouLeHUL MAKCOH—
npusnax memooom bpoyspa-Kaiina. Pacuugposka o6osnauenuti npusnaxos
npusedena 6 mabi. 3.1, a ycrosuvie coKpauenus Ha3eanull maxcoHog —

6 mabnuue 3.2 ([Ipuroxcenue)

[IpeaBapuTeTbHYTO TIOMBITKY OIIEHKN YPOBHEHN STTUTEHETUYECKON 1~
BEPTEHITNH C UCTIOJIH30BAaHUEM YaCTOT HEMETPUUECKUX TPU3HAKOB MBI ITPO-
BeJIM Ha OCHOBE JIAHHBIX, IpUBeeHHBIX B pabote Beppu u Cupiist (Berry,
Searle, 1963) o0 wacrorax BcTpeuaeMocT (heHOB 49 HEMETPUUECKUX MTPU3HA-
KOB (OKOJIO TIOJTOBIHBI U3 HUX OTHOCSITCS K TIOCTKPAHWAJIBHOMY CKeJIeTy) B
11 BeiGopkax 10 BumoB rppi3yHOB. Cpe/int HUX UMEIOTCSI IPEJICTABUTEN TPEX
nogorpaznos (mo: Simpson, 1945): Sciuromorpha, Hystricomorpha u
Myomorpha, u 1ByX ceMelicTB B paMKax MUOMOP(HBIX rpbisyHoB: Muridae
u Cricetidae. Kpome Toro, mpeictaBieHbl pasHbie MOJICEeMecTBa, TPUOHI,
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IIpodoaycenue puc. 3.29.

POZIbI, BUIIBI U IA’Ke BHYTPUBUIOBBIe (hopMbl. Bupnmo, aBTopel HecTydaitHo
HoAGMPAJIN TAKYIO BHIOOPKY TAKCOHOB IPHI3YHOB UIMEHHO C IEJTbI0 000CHOBA-
HUSI IMUPOKOI PACIIPOCTPAHEHHOCTH SIBJIEHU AITIUTEHETUYECKOTO TTOJIUMOP-
(usma B mipesiesiax oTpsizia. ta moA00PKa BUIOB BIIOJHE OTBEYAET U TTOCTAB-
JIeHHOU Hamu 3a71a4e. /7 OlleHKY YPOBHell aITUTeHETHYEeCKO TUBEPreHIInN
yKa3aHHoro Habopa GopM Mbl TIPUMEHUJIN KJIACTEPHbII aHAIM3 YaCcTOT Ha
ocHoBe BbrurcsieHust Hes3BeleHHbIX cpeanx (UPGMA). [lonyuyennas nen-
nporpamma (puc. 3.30) B 11eJ10M XOPOIIIO COTIACYETCSI C COBPEMEHHBIMU
MIPE/ICTABJIECHUSIMI O TAKCOHOMUYECKUX M (PIITOTEHETMYECKUX OTHOIIEHUSIX
ATHX TAaKCOHOB.

Hau6osee cBoeobpasHa B STIMTEHETHYECCKOM OTHOTIIEHUN MOPCKAsT
ceunka Cavia porcellus. Ha cienytomeM ypoBHe repapxun 000co0isieTcst
KaposmHckas 6eska Sciurus carolinensis. Bce Muomopmbie rpbI3yHbI 00be-
JWHEHBI B OOIUI KJIacTep, B KOTOPOM B CBOIO 0Y€PE/Ib PA3/ICIISIIOTCS TIPEI-
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Sciuromorpha . . .
Sciurus carolinensis

Lemmus lemmus
—— Microtus agrestis1

Arvicolinae

. . L—— Microtus agrestis2
Sigmodontinae .
Peromyscus maniculatus
Myomjrphe ] .
l Micromys minutus
Mus musculus
Muridae _|-: Rattus norvegicus
Rattus exulans
. Rattus rattus
Hystricomorpha .
Cavia porcellus
250 150 50

EBknuaoBa gucraHums

Puc. 3.30. Knacmepnwuii anaius (UPGMA) maxconos 6vicoxozo panea,
NPUHAOLEHCAUUX PAZHBIM CEMETUCMBAM U 0adce nodompsaoam, no uacmomam
ecmpeuaemocmu 49 20MOI0ZUYHDIX HEMEMPUUECKUX NPUSHAKOB CKENEMA ZPbl3YHO8
(no dannvim: Berry, Searle, 1963)

CTaBUTEJIM MBIIIUHBIX U TOJIEBKOBLIX. [TosoxeHne 6eJ0HOTOT0 XOMIUKa
Peromyscus maniculatus npecTaBisieTcst HeCKOJIbKO HAPYIIAIONIUM OBIIYIO
KapTUHY COOTBETCTBU CTPYKTYDPBI KJIACTEPA COBPEMEHHOI CUCTEMATIKE
pPaccMOTPEHHBIX TaKCOHOB. OTHAKO COBPEMEHHbIE ABTOPBI BBIIEISIIOT XO-
mskos Hosoro Csera B orgenbHoe cemeiictso Sigmodontidae (cm. ITasiu-
1os, 2006). TToaromy, HOCKOJIbKY OEJIOHOTUI XOMSUOK B CTPYKTYpe KJIac-
Tepa MepapxXuuecKku JO0CTaTouHo gajiek or Muridae, T.e. UMeeT MJIHHHYIO
BETBb, €r0 IOJIOKEHUE, CKOPeE, OTPaKaeT cBoeobpasue ceMelcTBa, 4eM
cxozetBo ¢ Muridae. Bee Tpu Buza pona Rattus 06pa3oBaiu OTAETbHbII
KJIacTep, a JiBe BHYTPUBH/IOBbIe reorpaduueckue hopmbl Microtus agrestis
TaK:Ke MPOSIBJISIIOT JI0OBOJIBHO OOJIBIIIOE CXOCTBO JAPYT € IPYTOM.

Takum 06pasoM, HAM YAJIOCH TTOKA3aTh SIBHO He CJAyYaiiHoe, a 3aK0-
HOMEPHOE PacipejieieHrie TOMOJIOTHYHBIX (DEHOB HEMETPUUECKUX TIPU3HA-
KOB y TIpeJIcTaBUTENeN GOJIBIIOT0 YUCia BUAOB IPeI3yHOB. [Ipu aTOM HH-
TerpajibHble OIIEHKU CTENIeHU ITMUTeHETIYECKON TUBEPreHI[UN TAKCOHOB Ha
OCHOBE YaCTOTHBIX XapPaKTEPUCTUK (DEHOB KOPPEJNUPYIOT C YPOBHSIMH HX
TAKCOHOMUYECKOIT nepapxuu. ITO IaeT OCHOBAHUE [IPE/IIOJIAraTh, YTO [aH-
Hble [IPU3HAKK CO/IEPKAT «PUIOreHeTHYecKuii curuans». CiemnoBaTesbHO,
coueranusi Bcero 49 romosiornunbix geHoB, onucanubix beppu u Cupiem,
0Ka3aJI0Ch JIOCTATOYHO JIJIst BBISIBJICHUS OOIIEH CTPYKTYPhI TAKCOHOMHUYEC-
KHUX OTHOIIIEHUI B IIPe/iesiaX TPeX MOAOTPsIIOB IPei3yHOB. [loaTomy, kak u
[IPU UCTIOJb30BAHIY KOMILIEKCa (PEHOB MIEYHBIX 3y6OB T0IEBOK (0 Ha-
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IITUM JIAHHBIM W IaHHBIM AHTepMaHH ), B IAHHOM CJIy4dae TakKe 10 TPOsB-
JIEHUSTM TOMOJIOTUYHBIX (DEHOB OKA3aJI0Ch BO3MOKHBIM OTOGPA3UTh OOTIYIO
CTPYKTYPY MepapxXudecKnX OTHONIEHUN Mexk/y TakcoHaMu. [losrydeHHbie
PE3yJIBTATHI IAI0T OCHOBAHUS TIEPECMOTPETh PACITPOCTPAHEHHOE MTPE/ICTaB-
JIEHUE O TOM, YTO BCTPEYAEMOCTh (DEHOB CTOCOOHA XapaKTEPU30BATh TOJIb-
KO BHYTPUBUIOBYIO CHGLII/I(I)I/IKy. I/ICXOI[H 13 NOJIYYEHHDIX JaHHDIX, TaJb-
Heniee MIpoBeAEeHE MHOTOMEPHOTO aHa/In3a TOMOJIOTUYHBIX (l)eHOB MOJKET
TIO3BOJINTDH PA3/IMYUTDH TaKCOHDBI HA/[BUIOBOTO YPOBHA: OT 6JII/13KI/IX BU/10B
710 TTIOTOTPSI/IOB.

CrenoBaTenbHO, IPU UCTIOJB30BAHIT KOMITO3UINIT TOMOJOTUYHBIX
CI)CHOB Y pa3HbIX TAKCOHOB MOKHO BBIABUTDH HE TOJBKO YPOBHU IMMUTECHCTU -
YeCKON IVBEPreHINN MEKIY N3YyIaeMbIMU CI)OpMaMI/I BU/I0OBOIrO 1 HAABU/10-
BOTO paHra, HO ¥ MPUOIM3UTHCS K MOHUMAHIIO UX HEPAPXUUECKUX U (DUIIO-
TEHETUYCCKUX B3aNMOOTHOIICHUN. B mampHeleM MBI TocTapaeMcs TTpoBe-
PUTB 3TH MPEAIOTIOKEHNSI HA OCHOBE MHOTOMEPHOTO CPaBHEHUSI GOJIBIIIOTO
YHCJia TAKCOHOB TPHI3YHOB 3aBEIOMO Pa3HOTO paHra 1o (heHaM GoJiee 1eM
100 roMOJIOTUYHBIX TPU3HAKOB CKEJIeTa.



IVIABA 4. QIIUTEHETUKRA,
IIIUTEHETNYECKAA TEOPUSA 9BOJIOIINN
N ITPOBJIEMbI ®EHETUKU

«Mooicem 6oimy, ynosas na 00ny AUy
MONEKYASAPHYIO OUOTLOZUI0, Mbl NOPOTL
YNOO0ONSEMCSL APpXeoioey, KOMOopolil
NoIMAemcst npouecms HeeedoMble
nUCOMENA, Paseisiovieas 6yKevL 6
MUKPOCKON? >

C.B. Meiien

IMUTEHETUKY CETO/HS CBSI3BIBAIOT OOBIUHO C PeryJisiiueil (hyHKIINO-
HUPOBAHUA TEHOMA U BHYTPUKJIETOYHBIX MOJICKYJIAPHBIX ITPOIECCOB, a TaK-
JKe ¢ SIBJIEHUSIMU TKaHeBOH auddepeHnnpoBKH, KaHieporenesa u ap. Oj-
HaKO B UCXO/HOM TOJIKOBAaHUNM 3IUTCHECTUKA TIOHNUMAJIACh 3HAYUTEJIIBHO
[IMPe ¥ HAPSAY ¢ MOJIEKYJISIPHO-KJIETOYHBIMI ACTIEKTAMI XapaKTePU30Ba-
JIa OPTAHU3AIUIO U MEXAHU3MBI OCYIIeCTBIeHusT MopdoreHe3a (Yoaaunr-
toH, 1970). TlombiTaeMcst PACCMOTPETH ITY JATEKO HE TPOCTYIO 06JIaCTh
SMUTEHETUYECKUX UCCJIEOBAHII TPUMEHUTETHHO K (DEHETHKE.

4.1. OT SIIMTEHE3A KACITAPA BOJIb®A
K S3IIMTEHETURE KOHPAZIA YOAANMHITOHA

Tepmun «anurenernkas npenoxuia Konpaa Xan Yopuunarron B 1947
I., KOTOPBIN CJIeAyIOINUM 06pa3oM OIPEeAEIsieT 9TO HallPaBJIeHHeE: «...s1 BBEJI
TEPMUH MUTEHETUKA, [IPOU3BEIST €70 OT APUCTOTEJNEBCKOTO «3TUTeHe3a» —
€JI0BA, KOTOPOE IIOYTHU BBIILIO U3 YIIOTPeOIEHNUs, — 1 IPEJIOKII Ha3hbIBATh
SIIMI€HETUKON BETBb OUOJIOTUH, U3YYAIOILyI0 IPUYMHHbBIE B3AUMOJEHCTBUSI
MESKy TeHaMU U MX IPOAYKTaMu, oOpasyiommuMu ¢heHotum» (YOI IuHITOH,
1970, c. 18).

[Touck NCTOKOB TIOHSITUST «3TTUTEHE3» IEHCTBUTENBHO YBOJUT K TPY-
ny Apucrorenst «O BOBHUKHOBEHWH JKUBOTHBIX». OTUeT/INBasT aHTHUTE3a
npedopMaluy U ANMUTEHE3a, AeHCTBUTENbHO BhICKa3aHHasT APHUCTOTENEM,
BITOCJIEJICTBUH MTOPO/IAJIA M3BECTHBIH CIIOP MEXKIY CTOPOHHUKaMU mpedop-
Mu3Ma 1 anureHesa. Haubosee akTHBHOM 110J1eMIKa ObLIa BO BTOPOM 110-
noune XVIII B. B Tepmanun. Cropony anurenesa npescrasisn Kacnap
Opuapux Bosibd — Gymyuuii uien Poccuiickoil akageMun HayK U OIUH 13
ocHOBaTeJell akcrepuMenTaabHoil amOpuosorun. K.M. Bonbd B cBoeii
nuccepraiuu <« Teopust 3aposKieHUsI», BBIIIE/IEN Ha JaTbiHU B 1759 T., 1 B
OJIHOMMEHHOM €€ TIePen3IaHuN Ha HEMEITKOM si3bike B 1764 T. okasas Ha
puMepe KPOBEHOCHOM CUCTEMBI U KUIIEUHWKA [IBITIJIEHKA, YTO PAa3BUTHE
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IPOTEKAET ¢ HOBOOOPA3OBaHUEM, T.€. IEHCTBUTEIBHO TIPEACTABIISIET COOO
anuzenes. BeposiTHO, OH OJIHUM U3 TIEPBBIX YIIOTPEOJISET CaM TEPMITH «3TIH-
reHe3» Beies 3a Bunbsamom TapBeem. Orako [apBeit He cumTas smureHes,
KOTOPBIM OH MIPUTTNCHIBAJ TOJTHKO BBICIITUM KUBOTHBIM, YHUBEPCATbHBIM
criocobom passurtust. [Tostomy nmerro K.MD. Bosb® sBsieTcss HCTUHHBIM
aBTOPOM TEPMUHA «ATTUTEHE3», BIIEPBBIE HKCIIEPUMEHTAIBHO JT0KA3aBITUM
PeaTbHOCTD TOTO SBJICHMUS.

Criop MexIy puBep:KeHIIaMU «IpehopMu3May U «3MUTeHe3a» 3a-
BEPIITNJICS, KaK U3BECTHO, KOMIPOMUCCHOI (hopmymoii Beaukoro KapJia
¢on bapa, onpepenuBiero, 4To UHANBUALYATbHOE PAa3BUTHE €CTh TIpedop-
MUPOBAHHBIN sTMreHes. B qaibHeiieM aTa MbICJb ObLIA MOJXBaueHa Kak
sMOPHOJIOraMu, TaK U, nosnee, renetrkamu (Kamimnos, 1974).

Ecsm oHTOTEHE3 ¢ COBPEeMEHHBIX TTO3UIINI IMUPOKO TOHUMATh KaK
COBOKYITHOCTD COOBITHIT HOBOOOPA30BAHUST U CAMOCOOPKH OPraHU3Ma, Per-
JIAMEHTUPOBAHHBIX CUCTEMHBIMU ATTUTECHETUUECKUMU OTHOIIECHUSIMH, TO
anuzene3 MOKHO pacCMaTPUBATDL KaK CUCMEMHBLL MEXANUSM OCYUECMmEJie-
nus onmozenesa (Bacumbes, 1996, 2005). B Takom MOHUMaHUN COBPEMEH-
HBIN TEPMUH «3TUTEHE3», MPOUCXOIANININ B JAHHOM KOHTEKCTE OT KOMII-
JIeKca TIOHSITH, CBSI3aHHBIX € TIPEICTABJIEHUEM 00 STUTEHOTHUTIE YO [HHT-
TOHA, MOPA3UTEIHHO XOPOIIIO BIIMCHIBAETCS B CBOIO MEPBOHAYATBHYO 00-
JacTh mpuMeHeHust. [Ipoiias 1nTebHbIN NCTOPUYECKUH TyTh — OT Ujen
Apuctorend (Bozuukiiei 3a 400 JeT 10 Hateli apbl) 0 SKCIIEPUMEHTATTb-
Horo noareepxkaerusa K.MD. Boabdom (3a Bek x0 nybiukamnuu teopun Y.
JlapBuHa) — TePMUH <«3MUreHes3», 0603HAYABIINI passumue ¢ H0800OPA30-
sanuem, NOKUJ 10 Hamux queil. Tepmun Bozpoauiicsa B cepeanne XX B.,
KaK yske oTMedanoch, 6aaroaaps K.X. Yoaauurrony, Ho cCOBEpIIEHHO Ha
JPYTOI OCHOBE M MAPAJOKCATBHO COXPAHIII 00JIACTh CBOETO MTPUMEHEHUS B
OGUOIOTHY Pa3BUTHS, XOTSI KapAMHAIBHO U3MEHIIIOCH €T0 COJlepKaHue 1
BO3pOCJIa CMBICJIOBAsI €MKOCTh TEPMUHA.

OcHOBHBIE UHTEPECHI AMUTEHETUKU YOJJIMHTTOH CBA3bIBAJI C PETyJIs-
el pa3BuTHS, Benyleil K co3januio GeHoTUIIa, X0Ts 1 1oJara, YTo Ipu
3TOM JI0JIZKEH TTPOBOAMUTHCS U IMTOMCK MOJIEKYJISPHBIX MEXaHU3MOB OCYIIle-
cTBaeHUs pa3BuTusa. OH BUe 1B€ CTOPOHDBI STTUTEHETUKM: U3MEHEHNE
KJIETOYHOTO CTPOEHUS, BKJIIOYask TKaHeBylo auddepeHinpoBKy, 1 U3MeHe-
Hue Hopmbl, T.e. MOpdoreHes, cCunTasd, 4To pa3BUBaOIUICA «HEHOTHUTI
MOJKHO TIPE/ICTaBUTh B BUJIE BETBSAIIEHCS CUCTEMBI TPAEKTOPHH, PAcIIpoCT-
pangionuxcs B (ha3oBOM IIPOCTPAHCTBE B/0Jb BpeMeHHOI ocu». ITo ero
IPE/ICTABICHUAM, CYIIECTBYET OTPOMHBII Pa3pbiB MEXK/LY MOJIEKYJISIPHBIMU
npoieccamMmu, NPpUBOAAIMUMU K (OPMUPOBAHUIO TPETUYHON CTPYKTYPBI
6eIKOB 1, HATIPUMEP, 06Pa30BAHUEM B Pa3BUBAIONICHCS KOHEYHOCTH TISITH
naJsblieB PasHoii (hOPMBI 1 ITIMHBL. 3aMeTHM, UTO U CETO/IHg, KPOME HEKOTO-
PBIX MIEPBOHAYAIBHBIX YCIEX0B B 00MacTy u3ydenmst romeobokca (Hox-re-
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HOB) U UX CBSI3U C WieHeHHeM opranusma B xoje passutus (Gehring,
1987), aToT pa3phIB HEe MPEOOJIEH, a eJIMHON Teoprun MophoreHesa mo-Tpe-
JKHEMY He CO3/[aHO.

YOoIMHTTOH TIOAYEPKUBAT, UYTO ATTUTECHETHUECKIE TPACKTOPUN KaHAJIU-
30BaHbI B CUITY CBOelt 3a6ydepernocTn. Ha 3T0 yKa3bIBAIOT SIBJIEHIIST 9KBH-
dunambroCTH pazsutus (Jpur, 1915), ctoco6HOCTh KOMITEHCUPOBATH 1
PEryJMpoBaTh HETATUBHBIE BO3IEHCTBYS, TPH KOTOPBIX U3MEHEHUS TCHOTUTIA
MOTYT KOMIIEHCHPOBATBLCS M HE BBI3BIBATH M3MeHeHNH deroTuma. B 1930-x
rogax H.B. Tumodeen-PecoBekuit OTMETHIT BaXKHOE 0OCTOSITEILCTBO: CYIIIe-
CTBEHHAS TEHOTUTTNYECKAsT N3MEHUNBOCTbD, XaPaKTEePUIYIOTIast TPUPOTHBIC
TIOTTYJISITIAY, BOBCE HE COMTPOBOKIAETCS BBICOKON M3MEHYMBOCTBIO (heHOTH -
moB. Erme oHO cBHzieTeIbCTBO KAHATN30BAHHOCTH Pa3BUTHS — SIBJICHUE TO-
Meope3sa, ONMCAHHOe YOATUHTOHOM /LIS XapaKTePUCTUKY YCTOHINBOCTH
TIpoTIecca Pa3BUTHS BO BPEMEHH T10 aHAJIOTUH C SIBJIEHHEM TOMeoCTasa — yC-
TOWYMBOCTHU OJTHOTO U3 COCTOSTHUN crcTeMBbl. [locKoIbKY B X07Ie OHTOTEeHe3a
CYIIECTBYIOT OOJIACTY TIPUTSKEHUST TPACKTOPUIN Pa3BUTUsI, YOJIJAUHTTOH
(1970, c. 21) BBeJ IOHATHE <KPEO» U TAaK ONPEIETHIIT ero: </l Takoit kana-
JIM30BAaHHON TpaekTopun (passumus. — Kypcus Hallm), KOTOpast IpUTATHBA-
eT OJmM3JIeKane TpPAeKTOPUH, ObLI IIPEAIOKEH TEPMUH Kpeod». [lanee oH
3akmmoyaet: «Ecim kakne-m60 B3anMOIENCTBIST MEKITY KOMIOHEHTAMH He-
JIMHEHHBI, T.€., [Py0O TOBOPSI, CBSI3aHBI ¢ TIOPOTOBBIMU SIBJICHUSIMH, TO TIOSIB-
JIeHHEe KaKUX-TO KpeooB HensbeskHo» (Tam ke, ¢. 21).

Yo IMHITOH HAMETUIT 00T KOHTYP OYYIIUX UCCIE0BAHNN B 06-
JIACTH DTTUTEHETHKH, 1T0JIaras, YT0 UMEHHO GeHOTUNNYeCKash U3MEeHUYN-
BOCTbH, OTPAKAIONas PETYISIIMOHHBIE CBONCTBA PA3BUTHS, JOJIKHA OBITH
00.1acThIO TIOBBIIEHHOTO WHTepeca. OH CUUTAJ, YTO CIYyYaiiHOCTh TeHOTH-
MUYECKOI MI3MEHYNBOCTU BOBCE HE 03HAYAET CAYYATHOCTH U3MEHYMBOCTHU
(eHOTHIIITUECKOI, ¥ PA3BUTHE HIIUTEHETUKY MTO3BOJISIET TPOHUKHYTH B TO,
YTO JIEKUT B OCHOBE (DEHOTUITUYECKOI U3MeHYnBOCTU. [Ipu aTOM OH BuIen
BO3MOKHOCTB BCTPEUHOTO ITYTU aHATN3a PA3BUTHUS CO CTOPOHBI MOJIEKY -
JIAPHON 6GHOTOTHN ¥ U3ydeHust (DEHOTUITHYECKON M3MEHUMBOCTH. V3 IBYX
BCTPEYHBIX MTyTeH UCCae0BAHYST TPOOIEMBI HBOJIOINN UHANBULYAIHHOTO
Pa3BUTHSL: OT MOJICKYJIAPHOIT GHOTOTHN K MOPHOTEHE3Y, ¢ OJ[HO CTOPOHBI,
U OT (PeHOTUTTNYECKOI U3MEHYMBOCTH K TOHUMAHWIO 3aKOHOB MOpdoreHe-
3a W Pa3BUTHSA, C PYTOil, YOIIMHTTOH GOJIBIINE CKIOHAETCS K TIOCTEHEMY
Kak GoJiee IepCIeKTHBHOMY.

Heckonbko panbiie Boixoga B cset pabor K. X. Yopuunrrona B CCCP
6bLIH OMYGIMKOBaHbBI TeopeTryeckue rccaenosanus V.M. TImanbraysena
(1937, 1938). B cBoeii paGoTe, MOCBAINIEHHOI CTaOUIM3UPYIOIEMY 0TOOPY,
OH TOIYEPKUBAET, 4TO JlapBUH OMHCAT TOJIBKO BEAYIYI0 hopmy oTbopa, a
cTabuausupyiomas opma otbopa 1 ee co3upaTeabHas TBOpUECKast pob
He OBLIN OMCaHBL: «JIUIb HEIABHO Ha TIPOTPECCUBHYIO POJIb €CTECTBEHHO-
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ro orbopa 6bLI0 06palieHo BHUMaHueE B psijie Moux pabot (1939, 1941,
1945, 1946; u 1p.) u B paborax Yomauarrona (1942, 1952, 1953)» (IlImasns-
rayseH, 1983, c. 349). IlIMajbrayseH yTBEpP/KIAET, UTO «T100asT aarTHBHAST
MOAM(MUKAIUS ABJISETCS BhIPAKEHUEM HOPMBI PEaKIUi, MpoTIe et
JUTHHHBIH Y Th HCTOPUYECKOTO PA3BUTUSI B MEHSIONIIXCS YCJIOBUSAX CYIIle-
crBoBanus. OHa CBsI3aHa ¢ BHIPAOOTKOW «KaHAJIOB», [0 KOTOPBIM H/IET pas-
ButHe Toil uin ot Mmopudukanun (Waddington roBoput o «kaHasm3a-
nuny» passutus)> (Tam xe, c. 350). [Ipu aToMm BHemHUIT (HaKTOP Cpebl
TOJIKO BBI3BIBAET MEPEKIIOUECHUE PA3BUTHS «B OJMH U3 CYIIECTBYOMINX
KaHaJoB». [locTeneHHO cTaOUIN3UPYIONIHiT 0TOOP SIUMUHUPYET Heyau-
HBIE «IPEKICBPEMEHHBIC> MOAU(MUKATTMOHHBIC PEAKITUN Ha CIyJdaliHble
KOJIeGaHUST CPEJIbl U 3aMEHSIET UX OGoJiee «HaeKHBIMU» YCTOWYUBBIMU OT-
Betamu. B utore paboTsl crabuiusupyoiieil GopMbl 0TOOpPa CHUKAETCSE
AECTEPMUHUPYIOIIEE 3HAYECHNE BHEIITHUX (l)aKTOpOB NHANBUYAJTbHOTO pa3-
BUTHUA 1 BO3PACTACT 3HAYE€HUE BHYTPEHHUX, HACJIECACTBEHHBIX (I)aKTOpOB.
Ha ocroBe 9T0T0 cO31aI0TCsI Bee H0siee aBTOHOMHDIE, He 3aBUCSIIIE OT BHe-
ITHUX pa3[[pa)KHTeJIeI>i MEXaHHU3MbI Pa3BUTHUAI.

IMockoabky paborsr V.U, TlIMasbray3eHna IBJISIOTCS KJIACCHUECKUMU
U XOPOIIIO U3BECTHBI, HET CMbIC/Ia UX MOAPOOHO mepecKasbiBaTh. OHAKO
MOAYEPKHEM, UTO TEOPHUST CTAOMIU3UPYIOIIETO 0TOOPA U UJIEST TPOTPECCHPY-
IOH_IGI'},I ABTOHOMM3AIlNM PAa3BUTHUA, TPEAJTOKECHHDBIE LHMaJIbFaySeHOM, HEC
TOJIBKO CYIIECTBEHHO JIOMOJHSIOT AMUTEHETHUECKIE TPEICTABICHIST YOI
JIMHTTOHA, HO ¥ UMEIOT OTPE/IEIEHHbII HAYIHDIA TPUOPHUTET.

4.2. QJIIMTEHETNYECKAA TEOPHU A 9BOJIOIINU
M.A. HIIMITKNHA

JnureHeTnveckas reopus sposrorn (ITD) Oblia chopMmyIupoBaHa
Muxausnom Anekcanaposudem [umkuasim B 80-x rogax XX B. (1984,
1986, 1987, 1988). B ee ocHOBe JiesKUT TIPe/ICTABIIEHUE O TOM, YTO IBOJIIO-
[MOHHBIN TIPOIECC PACCMATPUBAETCS KaK IPeoOpa3oBaHie CUCTEMbI PA3BH-
THsI, KOTOPasl OTIpe/lesisieT XapaKTepHoe JIJIsh BU/la TOTeHI[UAbHOE TIPO-
CTPAHCTBO BO3MOYKHBIX (DeHOTUTIOB. Teopus yTBEPKAAET, UTO HBOTIONUS
(I)GHOTI/IHOB HE MOJXET 6bITb OIIMCaHa B TEpPMHWHAX T€HOB 1M X YaCTOT, KaK
nosaran B cBoe BpeMs D.T. JToOpskaHCKMii. DTO BBITEKAET U3 TOIO, 4TO
JIE0OBIE U3 OCYIIECTBUMBIX TTyTEH PA3BUTHSI BOCITPOU3BOSATCS KK 1[€T0CT-
Hasl peakIusl CUCTEMbI Pa3BUTUS WJTH AMTUTEHETUIECKOM CUCTEMbI (KPEOIOB
10 YOJIMHTTOHY) W HE MOTYT OBITh CBEJIEHBI K IEHCTBUIO KAKUX-TUO0 OT-
JIEJIbHBIX ee 9JIEMEHTOB. DTUTeHeTUYecKas CUcTeMa COAEPKUT nHpopMa-
I[UIO O TVIABHOM TIyTH Pa3BUTH — aallTUBHON HOopMe (Kpeoje) u abeppa-
TUBHBIX T TsX (CyOKpeosax. — ABT.), T.e. CO3/IaeT TNHAMUYECKOE PABHOBEC-
HOE COCTOSIHIE CUCTEMBI 1 00I1ee IIPOCTPAHCTBO BCEX BO3ZMOKHBIX OTKJIO-
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HeHUH oT Hero — (urykryaruii. [Ipuuem Hanbosiee yecroiunBbiM Oy/IeT pas-
BUTHE (DEHOTHUTIOB, ABJSIONTXCS HOPMOIL. B aTom oTHOmennn Teopust MLA.
[TumnrkrHa onupaercs v Ha B3rJsiAbl K.X. Yo/IMHITOHA, U HA MIpe/icTaBJe-
uust .U, lllmanbraysena, KOTOPBIM paccMaTpUBaJI HACIE/[CTBEHHbBIE N3Me-
HeHus (PeHOTUTA He KaK TTpsMbie 2(hheKTh MyTalnii, a Kak pe3yabTar -
TEJILHOTO TTpotiecca (DUKCAIINU €CTECTBEHHBIM OTOOPOM IEJIOCTHBIX OHTOTE-
HETUYECKUX MPOTIeCCOB (peakiuii) — cTabuIbHbIX MOP(O30B.

Coraacno nipencraienusm M.A. [HMumkura (1988, 2006), yeroirun-
BOE BOCTIPOU3BE/IEHNE U3 TTOKOJEHUS B MOKOJICHUE «HOPMaJIbHBIX> (DeHO-
TUTIOB M €CTh X HacJeZoBaHne. Taknue yCTONYMBO HACAEAYIONHIECs TIaB-
HBIE YTH Pa3BUTHsT (HOpMasibHbIe (DEHOTUTIBI) OJIaroapst PETyJIsIN S1TH-
TeHETUYECKOM crCcTeMbl 06J1aat0T CTOCOOGHOCTHIO MTPU HAJTUYUK Y BUA
HECKOJIbKUX «HOPM» BOCITPOU3BOANTH «ITPABUIBHBIE» MEHICTEBCKUE UNC-
JIoBBIe cooTHOTIeHust. Toraa pekue abeppaTHBHbIE OTKIOHEHUSI Pa3sBUTHS,
KOTOpBIe co BpeMeH /lapBrHa paccMaTpUBaOTCS Kak HeolpeiesJeHHasT 13-
MEHYMBOCTD, 33/1aI0T MTPOCTPAHCTBO (DIYKTyaInii pa3BUTUIHON (sTUTEHE-
TUYECKOM ) CUCTEMBI U ABJSIOTCS CHIPBIM MaTEPHUAJIOM 9BOJIIOINN. BaxkHo,
OJIHAKO, MOSICHUTb, UTO CAYUAIHBIM (HEOMpPeIeJeHHBIM) OYIeT JIUIIb TO,
Kakas u3 abeppaHTHBIX Bapualliil PasBUTHUS peansyeTcst B (DeHOTHUIIE, a
€aMo TIPOCTPAHCTBO MOTEHITMAIBHO BO3MOKHBIX MyTeil pasBUTHS OYIET Jie-
TEPMUHUPOBAHHBIM (OTPEIEICHHBIM ) dTTUTEHETUUECKOU crucTeMoil. MBI
1oJlaraeM, uTo CyIecTBOBaHNWEe CUCTEMBI aJIbTEPHATUBHBIX IIyTel pa3BUTHUSA
06YCIOBINBACT AUCKPETHOE TIPOSABJICHUE 1[EJIOTO PsAjia HEMETPUIECKHX TI0-
POTOBBIX ITPU3HAKOB U UX YCTONYMBBIX COCTOSHUN — (heHOB, YTO elle Heo-
JHOKPATHO OyzieT 06CYKAAThCs B IPYTHUX IJIaBaX KHUTH.

M.A. HIumkun (1988, ¢. 155) noguepkuBaet: «OrpaHMYeHHOCTD 1
3HAYUTEIbHAST AUCKPETHOCTD MPOCTPAHCTBA abepparuii, BCKpbiBaeMast e-
HOTE€HETHUKOM, CTOJIb Ke OYeBU/IHA U HA HMOPUOJOTHUECKOM YPOBHE, TIIE
OHa 0COOGEHHO HATJISITHO IEMOHCTPUPYETCS MOBEICHUEM IKCIIAHTATOB 3a-
POJBITIEBBIX TKAHEH, CIIOCOOHBIX IATh B KAsKIOM CJIydae JIUIIb OTPEeTCH-
HbIi Habop AnhhEPeHITMPOBOK», U Jajiee: «... IMCKPETHOCTH (heHOTHTINYeC-
KMX U3MEHEHUH, BbI3BIBAEMBIX MYTAIIUAMH OJIHOTO U TOTO K€ XPOMOCOMHO-
IO JIOKYCa, BbIpakaeT He CBOMCTBA €0 aJIIeJIbHBIX COCTOSHUN KaK TaKOBBIX,
a criennuKy pearupoBaHus BCCH CHCTEMBI PA3BUTHS, CIOCOOHON OTBEYAThH
Ka4eCTBEHHO Pa3JINYHBLIM 06Pa30M Ha PasHble CTEMEHN MOBPEKAAIONIETO
BO3/ICHCTBUS>.

K.X. Yopmuurron (1947) npeasoxni, Kak U3BeCTHO, MOJIEJb ATTHATE-
HETUYECKOro Janamadra g OnucaHus peryasiinyi 1 KaHATU30BaHHOCTH
PasBUTHUS OPraHU3Ma, HAIIPABJIEHHOCTh KOTOPOTO 110 €T0 MPeACTABICHUAM
HaroMUHaeT JanmadT B BUJe pycya PeKU ¢ Pa3BeTBJICHHON CHCTEMO
IIPOTOKOB, & TAKJKE TEPMUH «KPEOJ» JIJist 0003HAYCHSI HATIPABJICHHOCTH 1
«akBUDUHATBHOCTU» (TepmuH [. [[puma) rmaBuoro mytu pazsutusd. M.A.
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[[Tumrkma moJsiaraeT, YTO MeCTa BETBICHUS «JIOJUH» B 3TOU TPeXMEPHOU
MOJIEJTH JIaHAa(Ta COOTBETCTBYIOT MOHMKEHUSIM CTEHOK KPEOJIa, I/ie M-
reHeTUYeCKue MOPOTU HEBBICOKH W B TaK Ha3bIBA€MbIC UYBCTBUTEIbHbBIE
TepHO/Ibl BO3MOSKHO TTPOSIBIEHNE HEYCTOMYNBOCTH PA3BUTHSI M1 BO3MOXK-
HOCTb <II€PEKTIOUCHsT> Pa3BUTHS HA aJIbTePHATHBHbIIN aOepPaHTHBII Ty Th.
ITocKOJIbKY BeCh AMUTEHETHUECKUH JTaHAIadT mpeacTaBisieT coboit «haso-
BBIN TOPTPET» TEJOCTHON CUCTEMbl B3aNMOJIEHCTBUH 3JIEeMEHTOB TeHOMA 1
SIBJISIETCST «CBOMCTBOM BBICIIETO TTOPSI/IKay, TO CIIOHTAaHHOE TIPOUCXOK/IeHTE
TaKOM CJI0KHOM CUCTEMBI HepeaJbHO, M eT0 HeJb3s MPUITHICATh JAeHCTBUIO
OT/IETIBHBIX CAyYalHbIX MyTaruii. CucTeMa yCHelnHo IpeooeBaeT 3TH
cyrydaiiHble M3MeHeH!sT BHENTHel 1 BHYTPeHHel cpeibl, YTO OTMeyaJl erle
K.X. Yonauuarron (1964).

[To muenuio M.A. Hlumkuna (1988, c. 154), HakamiuBaomecs My-
TAIlMOHHBIE U3MEHEHUS B cUcTEeMe «TO0 3a0yhdepuBaTcs e, b0 Me-
HSIIOT B HEW BBIOOD peain3yeMoil OHTOTEHETHIECKOW TPAEKTOPHH, HO OHU
HE CIIOCOOHBI UBMEHUTH UCTOPUUECKHU CIOKUBINYIOCS CTPYKTYPY CaMoii
cucrtembl». PeryngtopHbie cBoiicTBa Mopdorenesa 1mo Mepe pa3BUTHS CHU-
JKAIOTCST: UeM CTapIlie OPraHU3M, TeM MEHBbIIE U BEIOOP BO3MOKHBIX BapHAH-
TOB aJIalITUBHON TepecTPONKH ero pazButusd. Iloatomy, kak momaraet
[MTumkuH, YeM cuibHee GyIyT BO3AEHCTBUS BHEITHEN U BHYTPEHHEN CPEJIbI
Ha TIPOIIECC Pa3BUTHS, TeM GoJiee PaHHUN U3 ¢J1ab0 PeryIupyeMbix (d4yB-
CTBUTEJbHBIX) yuacTKOB kpeosa (Ha cxeme [Ilumkuna (puc. 4.1) B aTux
MecTax BO3MOKEH TIepexo/l B GOKOBYIO abeppaTUBHYIO HOMUHY) Gy/IeT 3a-
JIET 9TUM BO3JICHCTBHEM, COOTBETCTBEHHO TeM GOJIbINE Pa3BUTHE YKIOHUT-
Cs1 OT HOPMBI U GYJIET TIPEJICTABIATH COO0i PeaTn30BaHHBIN UCKPETHDII
Iy Th pa3BUTHs. B pesysbrate B (heHOTHIE MOKET BOZHUKHYTH HEOOBIYHBII
3JIEMEHT JUCKPETHON CTPYKTYPBI — peIkuii per, ecsin paccMaTpuBaTh aTH
COOBITHS TI0 OTHOTICHHUTO K (heHeTHKe.

Puc. 4.1. Inuzenemuuecxas
cucmema, KaHAIU3Y0Wasl
adanmuenyio Hopmy: <Kkpeoo»
(N) — nopmanvnwiii nymo
Pa3umust u <Cyoxpeodvl>
(A1, A2) unu abeppanmmvie
nymu paseumusi. /{suxcenue
wapa 6001w Jcenoba
CUMBONUSUPYEM HANPABIEHHOCID
U KAHAIU308AHHOCID PA3BUINUSL
(mo: M.A. IHuwxun (1988),
¢ 0ONOIHEHUAMU,)
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Psin mpumepos, Ha kKoTopbie ormpaetcsas ML.A. IIumknH, kacaioTcs K-
CIIEPUMEHTOB IO MMOKOBBIM CTPECCUPYIONTUM BO3JICHCTBUSAM, B KOTOPBIX 1
6b1TH 0OHAPYKEHBI YYBCTBUTENLHBIE TTEPHOIBI OHTOTEHEe3a. B HacTosIIEee
BPEMsT BO MHOTHUX CJIy4asiX JJOKa3aHoO, YTO MPU 3TOM YIaCTBYIOT MOOUJTbHBIE
sneMeHThl reHoMa (MTD uiau T) — TPaHCIO30HBI U IPYTUe MOOUIIBHBIE
snemenTsl (Bacuabesa u ap., 1995 a, 6; Bacuabes, 2005; Yepecus u ap.,
2008). B takme akcTpeMaTbHbIE LIS CYIIECTBOBAHUS OPTaHU3Ma TIEPUO/IBI
camo (PyHKITMOHUPOBAHUE IMTUTEHETUIECKON CUCTEMBI TIePECTPANBAETCS, B
YACTHOCTH, Ha TPOM3BOJICTBO CHIEITU(DUIHBIX O€IKOG-UANEPOHOE, TIO3BOJISIIO-
MUX CHU3UTD TOBPEKIECHUE KIETOK MPH JICHCTBUH TIMOKOBOTO TEMIIEPaTyp-
Horo u apyrux crpecc-axropos (Tomala, Korona, 2008). Ceroztst cepbes-
HO 0OCYsKIAT0TCSI, U MBI 00 3TOM Y3K€ TOBOPUJIH, PEAJIbHBIE MOJIEKYISIPHBIE
CIIEHAPU SMTUTEHETUYECKON HACTEICTBEHHOCTH, a uen Jlamapka us o6racTu
OBIBIIIEI HAYYHOU «MU(DOJIOTHIT» BHOBb BOIILIU B TPOCTPAHCTBO aKTyaJIbHOI
HayuHoli aprymenranuu (Jablonka, Lamb, 1998; JKusorosckuii, 2003).

[ToaTomy mHTepmperanus, HanpuMep onbIToB K. Yonnuurrona
(Waddington, 1953, 1954) o «reHeTU4eCKON aCCHMUJISIINN TIPH3HAKay, Ha
koTtopbie onupasicsts M.A. I1IumkuH pu aprymMeHTanum cBOei Teopui, CKO-
pee BCero, MOKeT OBITh HECKOJIBKO MHOH (60siee SIMUTeHETUYeCKOIl ), HO B
TJIABHOM OH OKasaJsics paB. [lockosbky akTuBHOE (hyHKIIMOHUPOBAHKE MO-
OUJIBHBIX 3JIEMEHTOB U UX TIEPEMEIIEHUE B TEHOME, T.€. SITUTEHETHIeCKast
TIepecTPOITKa, Yallle BCEro MPOUCXOIAT B HATIPSIKEHHBIX NITH 9KCTPEMATBHBIX
TSI BBDKUBAHYS BHU/A 9KOJormueckux ycaosusx, M.A. [Ilvunrkun nmosaraer,
YTO Pa3HBIE TUIIBI ITIOKOB, BO3/EICTBYIONIIE HA OUH U TOT K€ UYBCTBUTEIh-
HBIIl MOMEHT OHTOTEHEe3a, MOTYT BbI3BATH MOSIBJICHNE OJHUX U TeX JKe aHOMa-
Jmit pazuTisl. Hanpotus, oiHO U TO JKe 1o TIPUPO/IE ITOKOBOE BO3/ENCTBIIE
MOJKET B Pa3IMYHbIe TIEPHO/IbI OHTOTEHE3a U ITPU HEOAUHAKOBOIT €ro MHTEeH-
CUBHOCTH MIPUBECTH K MPOSIBJIEHUIO COBEPIIIEHHO PA3HBIX AHOMAJIHIL.

P. TosmpammMuaT 06HAPYKUBAT YacThie caydar (heHOKOMUPOBAHUS
MHOJKECTBA M3BECTHBIX HACJIE[ICTBEHHBIX HAPYIIEHWH (eMy MPIHALIEKAT
TEPMUHBI «(PEHOKOMHUI» U «TeHOKOTHsT» ). [lapamienuam Takux sBiaeHuit
TIO3BOJIUJI €MY C/IeJIaTh BAXKHBII BBIBOJ O HECTIEITM(MUYHOM BO3/IeICTBUN
reHa Ha cuctemy pasButusi. bosee toro, kak momaraet M. A. Ilumkun
(1988), T OMBITHI TTOKA3ATH, YTO «ITPYU MCCJEI0BAHUT WHIANBUYATBHOTO
Pa3BUTHSI MBI IMEEM JIEJIO C CUCTEMHBIM 00EKTOM, 06JIa/IaI0NINM YCTONYH-
BBIM MOBEJICHUEM, T.€. OTPAHMYEHHBIM HAOOPOM BO3MOKHBIX KOHEYHBIX
cocTosguuii» (c. 152). ITlo ero MHeHMIO, pa3BUTHE IIPEACTABIsIET OO0 cu-
CTEMY C OTPAHUYEHHBIM HaGOPOM BO3MOKHBIX PE3YJIBTATOB, & BCE PEATIU3Y-
eMble B 9TUX PAMKaX aHOMAJTUH, HE3ABUCHMO OT UX HAYaJbHBIX ITPUYIH,
UMEIOT O/IHY ¥ TY JKe OCHOBY — Heclelnnduieckue HapyIeHuss HOPMaJib-
HOU KOOPAMHAIIMU MPOTECCOB OHTOTeHEe3a. JII060H 13 KOTMYeCTBEHHBIX
C/IBUTOB, 00YCJIOBIUBAIONIUN TTPY OTIPE/IETEHHBIX TTOPOTOBBIX 3HAUEHUSIX
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usMenenue peHorumna (HarpuMep, paccorjacoBaHue CKOPOCTEN peakInii,
N3MEHEHUE KOJIMYECTB, KOHHeHTpaHI/Iﬁ " BpeEMEHUN B3aHMO[[efICTBHH pearn-
pyronuiunx BeH.[eCTB), MOJKET BbI3bIBATHCA KaK MYTaIllUAMU, TaK 1 BHECITHUMUA
axropamu. [[pyrumMu cioBamu, IefCTBUE MyTalldii HA Pa3BUTHE BBIPAXKa-
€T He UX HETIOCPE/ICTBEHHYIO CTIen(UKY, a CBOWCTBA CaMOI pearnpyrorieit
cucrembl (IMumkun, 1988, 2006; Shishkin, 1992).

[Tycth ABMKEHUE HEKOETO ITapa BIOJb OJHON U3 CYNIECTBYIOMMIX
JIOJINH «3MUTEHETUYECKOTO JauAmadTay CMMBOJU3UPYET MPOIECC HATTPaB-
JIEHHOCTHU PAa3BUTHUS BJIOJIb ONPE/IETICHHON OHTOTEHETUIECKOU TPAEKTOPHH,
Kak 970 66110 mpemmoxkero B mogenn K.X. Yonaunrrona (Waddington,
1957), a satem 1 M.A. Illumkuna (1984, 1988). B manHoit Mmomenun pac-
CMOTPEHDBI KOHTYPbBI IBYX MMapauI€AbHBIX JOJUH IMUTECHETUIECCKOTO JIaH/T-
madra, pa3jiesIeHHbIX TOPHOU TPSIO, HO B OJTHOM OTIPeIeJIEHHOM MECTe
MEXKIY TOJMHAMU BO3MOJKEH MEePEX0/ M3-3a CYTECTBEHHOTO MOHMKEHUS
ropHoro MmaccuBa (puc. 4.2). IloTeHIManbHO IPU CUITBHON (hIayKTYyanmm
OHTOTEHETUYECKOHM TPACKTOPHUH AP MOKET «IIE€PECKOUYUTH» YepPe3 ATOT
«IIepeBas» B COCEHION JIOJMHY, 9YTO MPUBEAET K (OPMUPOBAHUIO HHOTO
abeppaHTHOro (heHOTHUIIA.

®EHo y

K EH

Or“/ll/] OKOHVIM
Puc. 4.2. Modenv 8031UKHOBEHUS «2€HOKONUILS> U <(PEHOKONULL> HA 0OHOM U MOM Jce

yuacmke snuzenemuueckozo 1anouapma, napamempusyiouezo mop@ozenes ocobei
(no: Waddington, 1957; HHTuwxumn, 1984, ¢ usmenenusimu)

CorytacHO 3TOI MOJIEJT B MOMEHT JIBVIKEHUSI B 00JIACTH «IIepeBaias,
CUMBOJTM3UPYIONIETO YYBCTBUTEIBHBIN TIEPUOJ] OHTOTeHe3a (Kpumuueckutl
nepuod paseumust, no repmutoaorun IL.T. CersioBa), CUIbHOE HAIIPABJIEH-
HOE BO3/EeHCTBIE BHETTHEH CPEb MOKET OYKBATBHO MOATOIKHYTD TITap, 1
OH TIEPECKOYUT B COCEHIO0 IOJIMHY, a B UTOTe (DEHOTUTTNIECKU Pean3yeT-
cs abeppanus. Takue asinenns K.X. YoaauHITOH Ha3bIBal «dIIMIEHETHYEC-
KUMU KPpU3aMU».

[ledopmalusg sanUreHeTUYECKOW CUCTEMBI U3-32 TEHHON MyTaIluu
NPpUBOAUT K USMEHEHUIO HOpMaJIbHOﬁ TPACKTOPHUHN PA3BUTHUA, HAIIPABJIECH-
HOCTH KOTOPOI CUMBOJIM3UPYET ABMKEHUE Mapa. B pesysbrare B «<KpUTH-
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YECKUH» /«IyBCTBUTEIBHBIN» MTEPUO/] PA3BUTHST MYy TaINsI, TPeICTaBIeHHAS
B MoJiesit «GyTOPKOM», BBI3BIBAET OTKJIOHEHUE, KOTOPOE TepebpachiBaeT
«Iap» B COCEHION «IOJMHY», YTO B KOHEYHOM UTOTE MPUBOJUT K PA3BU-
THUIO OTIPEIETIEHHOTO abePPAHTHOTO (DEHOTHUIIA — «TE€HOKOTHM». TaKoil ke
AHOMATBHBIN GeHoTHT — «HEeHOKOMHI» — Gy/IeT TOMYIEH U KaK MOTH(-
Kalust Ipu repedpoce B COCEHIO «I0JUHY» TIPH CHJILHOM CPEIOBOM BO3-
NEWICTBUM B TOT JK€ CAMBINl «KPUTUUECKUI» MOMEHT oHTOTeHe3a. [Ipu HOp-
MaJIbHOM TTPOTEKAHWH PA3BUTHUS €T0 PETYJIAINS TAKOBA, YTO B «KPUTHYIEC-
KUli» IEPUOJ PA3BUTHS, T.€. TaM, TJie CHWKAIOTCS TIOPOTH, PA3/ESIoNne
napaJjiyielbHbIe «IOJTUHBI» HTMUTEHETUYECKOTO JauamadTa, TpacKTOpus,
naske npu gedopmanuu jganamadta, GygeT MTPOXOAUTH 10 OCHOBHOW WJTH
TJIABHOW «JIOJTMHE, TIPUBOJIST K HOPMATHHOMY (DEHOTHITY.

O6e abeppaHTHBIE CTPYKTYPbI, KOTOPbIE BOSHUKHYT Ha OCHOBE H3Me-
HEHUU BHYTPEHHEN (HACIEeCTBEHHOI) WU BHEIIHEH cpejibl, OyayT (heHo-
TUTTMYECKU UICHTUIHBIMU.

[Tpenmosiaraetcst U TPOMEKYTOUHBIN CJIydail, KOT/Ia BBICOTA «TIepeBa-
JIay, COEJMHSIONIETO JIOJTUHBI, HECKOJIBKO BBITITE, & YCIOBUS BHEITHEH CPEIbI
MOCTOSTHHBI, B 9TOM ciiyuae ipu GOJIBIIOM YICJIE TIOBTOPOB «Pa3BUTHS»
OyIyT pean30BBIBATHCS 00a MyTH — «HOPMAJIbHbI» U «abeppaHTHBII», HO
¢ pa3Hoil yacToToit. AGeppaHTHBIN (HeHOTHT OY/IeT BOCTPOU3BOIUTHCS C
MOCTOSTHHOI BEPOSITHOCTBIO, HO OHA OYJIET HITKE, UeM B CJTydae peans3aliim
HOPMAJILHOTO (heHOTHIIA. B 9TOI aHATOrNM BasKHA OTHOCUTEIbHAS CTaOWITh-
HOCTD 3MUTeHeTHYeCcKOoro JanamadTa, Kotopasd 1 3ajiaeT BEPOATHOCTD MPO-
ABJIEHUS TOTO WJIX UHOTO IyTH Pa3gBuTHsA. OueBUIHO, YOJAMHITOHOBCKAS
MOJIEJIb TIPEKPACHO MOAXOMUT J1JIst OOBSICHEHWS BBICOKON YCTORNYMBOCTH
BCTPEYaeMOCTH (DEHOB HEMETPUYECKUX MTPUIHAKOB 1 JIOJKHA GBITH UCTIOJb-
30BaHa (eHETUKOM U TOMYIAIIMOHHON MEPOHOMUEH, 0 KOTOPOH MoiijgeT
peub B CJEAYIONINX TJIaBaxX, B KauecTBe OCHOBOIIOJATAIOMIEH.

EcrecTBennbiit oT6op MpeAcTaBisieTcst Kak OOt HCXOMHBIH MTPUH-
U DITUTEHETUYECKON TEOPUH, TOCKOJIbKY HACJIEJACTBEHHOCTD HE MOXKET, 110
muennio M.A. Illumkuna (1988), GbITh HPOTHBONOCTABIEHA OCTAIBHBIM
(akTOpaMm 3BOJIOINHN «KaK HEYTO HE3aBUCUMOE OT IBOJIIOIMOHHOTO TIPO-
neccay. KpuTukys CMHTETUYECKYIO TEOPUIO 9BOJIIOINH, OH TI0J[YePKUBACT,
4TO JIUIST Hee «BOIMPOC 06 yCTOWYNBOCTH HOPMATBHOTO (DEHOTHIIA U PeasTi-
3YIOIIET0 €r0 OHTOTEHEe3a BOOOIIE He SIBJISIETCSI TPEAMETOM PACCMOTPEHUST:
a(hdexT BCAKOro reHeTH4ecKoro U3MEHEHUS 110 OTIPEEJICHUIO CUUTAETCS
€10 HACJIe/ICTBEHHDIM, T.€. YCTOWYUBBIM», U Jajiee: «Ilogmmunoi npuunnoit
MPOSIBJIEHUST HOBOTO MTPU3HAKA CUUTAETCST MyTalust, a ne orbop» (Iuri-
kuH, 1988, c. 145).

B kadectBe apryMeHTOB, CBU/IETENbCTBYIONUX O MPUHIIMITHAIBHBIX
3a6JIyKICHUSAX CTOPOHHUKOB CHHTETHYECKOT TEOPUY HBOJIOIN, OH TIPH-
BOJIUT TIepeYeHb TaK HAa3bIBAEMbIX «BBIHY KJICHHBIX yrpoleHuii» CTI, ko-
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TOpBIE B TO K€ BPEMsI CUUTAIOTCS OCHOBOMOJIATAIOIINMU JIJIsSI TAHHOMH Teo-
pun. TaKMMU «yTIPOIEHUSIMI» SBISTIOTCST 0TOOP asijiesieil, OreHKa ux mo
BKJIAIy B MPHUCTOCOOTIEHHOCTD, OMHO3HAYHOE COOTBETCTBUE TEHOTUTIA 1
(heHOTHTIA B MOZIETSIX, BO3MOKHOCTD CY/INTH O TEHHOM COCTaBe Oe3 yueTa
3aKOHOMEPHOCTEI OHTOTEHEe3a, OTPUIAHUE PO MOAU(PUKAITMOHHON 13-
MEHUYNBOCTHU B 9BOJIIONNH, KOHIETIIIS TeHETUIECKOTO TPy3a MOMyJIAINN 1
00DBSICHEHE IBIKYIIETO OTOOPA KaK YMEHDBIEHNsT TEHETHYECKON ICIep-
CHM TIOTIYJISIIIUT TI0 TIPUCTOCOOIEHHOCTH, a TIABHOE — OTpeeeHne 9BO-
JIOTIMY KaK M3MEHEeHUsI TeHOTHIIMYecKoTo coctasa rnotyJsiiun (1o O.T.
JToGPIKaHCKOMY — 4aCTOT T€HOB).

[TpuHIUITATIBHOE 3HAUEHNE JJIsT JIF00O0T 9BOMIOIIMOHHOMN TEOPUU MMe-
eT pelente BOMpoca 0 TOM, «KaKUM 00Pa3oM CO3/aeTCsT YCTONUNBOCTD
OHTOTEHETHIECKOTO OCYIIECTBIEHSI>, T.€. OHA TOJUKHA «OOBICHUTD TPOUC-
XOK/IeHNe YCTOHIMBOCTH HOPMAIBHOTO OHTOTeHe3a». B CT3 atot Bompoc
BOODIIIE He CTABUTCS, TIOCKOIBKY «ECIN BCE TIPU3HAKI HE3ABICHMO OTIPEie-
JIAIOTCS TeHAMM, TO OHTOTE€HE3 MOJKHO PAcCMaTPUBATh KaK HECYIIECTBEH-
HYIO TPOMEKYTOUHYIO WHCTAHIIIIO MEK/Yy TEMU U APYTUMHU, HE TIPE/ICTaB-
JISTTOTIYT0 crelnaabHoro nHTepecas (Iumkwn, 1988, c. 143). Dnureneru-
yeckas Teopusi B otanaue or CTI yTBepKaaet, 4TO «HACTEICTBEHHOCTD U
CTOCOGHOCTH K YCTOMYMBOMY Pa3BUTHIO COCTABIISIIOT OIHY U TY JKe TIpobITe-
MY», TIO9TOMY JIJIsT Hee HACTEICTBEHHOCTD — 9TO BBIPAKEHUE CTAOMIBHOCTH
I[EJIOCTHOTO WHAWBUIYATHHOTO Pa3BUTHS, TBOPUECKH CO3/IaBAEMOT0 0THO-
pom (Iwmmkwus, 2006).

BakHBIM aCTIEKTOM FeHETUYECKUX UCCIIEI0BAHMIT Beer/a ObII0 CTpeM-
JieHvie n36aBUTHCS OT BIMSHS TaK Ha3bIBaeMON MOMDUKAIIMOHHON (mapa-
TUMTUYECKOIT) I3MEHYUBOCTH 1 JKeJTaHUe TIPOTUBOIIOCTABUTD «MYTAI[UU» U
«momudukanuny (Ouaumuenko, 1978). MLA. [Humkun (1988), paccmarpu-
Basl SIBJIEHUS TIAPAJLITIETN3MA MEKTY MYTAIIMOHHBIME Y MOAN(DUKAITOHHBIMU
U3MEHEHUSIMU, UJTH TEHOKONUSIMU 1 (DEHOKOTIUSIMHU, BBICKA3bIBaeT 000CHO-
BAHHOE TIPE/ITIOIOKEHUE O TOM, UTO «B 000UX CJIyUYastx MPOCTPAHCTBO abeppa-
U UMeeT OJTHU U Te Ke OTPAHUYEHUS, T. €. YTO BOBMOKHOCTH PEATN3aIuN
JII06OT0 MyTAHTHOTO TEHOMA HE BBIXOAT 32 MPEIEIbI, IOCTYITHBIE €r0 «HOP-
MasIbHBIM» BapuaHTamy» (c. 150). OH mog4epKuBaeT, 4To cojiepKanue MmoHsI-
TUH «MyTaIus» U «MOAMMDUKAIUI» OTHOCUTCS B CYIHOCTU K PA3HBIM
obbekTaM. Ecain MmyTaruy xapaktepusyior ocobeil mpu uX cpaBHEHWUH, TO
MOIM(UKAIIH CBSI3aHBI CO CPABHEHUEM BO3MOKHOCTEI PA3BUTUSI KOHKPET-
HOI 0co6u. TIPUHSATO CUMTATD, UTO B IPUPOJIE HET IBYX TIOJHOCTHIO WJICHTIY-
HBIX TEHOTHIIOB, TIOCKOJIBKY TIOJIOBBIE M COMATHYECKUE KJIETKU Pa3HBIX 0CO-
Geit Beeria cosiepskaT pastbie HaGOPbI TEHETHYECKUX KOMOUHATINET 1 HApyTITe-
Huit. Orciona M.A. IIUKUH MPUXOUT K IPOCTOMY U SICHOMY YTBEPK/Ie-
HUIO: BCEe CXOJHBIE WU OJUHAKOBBIE (DEHOTHIIBI,  TAKKE BCE OCTATHHBIE
(eHOTUTIBI BCeTla TEHETHYECKN HEUAEHTUYHBI, & TOITOMY BCE OHU MOTYT
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paccMaTpUBATHCS IaKe MPY MTOJHOM BHEIITHEM CXOJ/ICTBE KaK CKPBITHIE «MY-
TAHTBI» [0 OTHOIIEHUIO JIPYT K JIPYTY, IPUYEM HE3ABUCHMO OT TMOPHUII0JIOTH-
yeckoro aHaausa. C Apyroil cTOpoHbl, 060 OTAETBHO B3ATHIN (DEHOTHT,
KOTOPBI OIEHUBACTCA KaK MyTaHTHBIM, TPEICTABJSET JIUITh OHY U3 JIOTTY-
CTUMBIX B TIpeIeIax SMUTEHETUIECKON CUCTEMBI JIAHHOM 3UTOTBI BO3MOKHO-
cTell uiau ajsTepHaTUB pa3BuThs (MOANMUKAIINI).

B.B. Ba6kos (1985, ¢. 111) crpaBeainBo 3aMeTHII, UTO <UMEHHO U3
(eHOTEHETMUECKUX MCCIEOBAHUI MOCKOBCKOI TiKoJbI [IIMambraysen
(1937 — 1946) mMor mOYepNHYTHh Ba)KHBIN MaTepHAaJ JIJisl CBOEH TEOPUUS.
[Mockonbky umentio pabotsr V.U IlImanbraysena Jeran B OCHOBY JITHTe-
HeTHuuecKol Teopun aposmonuu M.A. IIluikiHa, ee oocpeioBaHHasT CBSI3b
¢ (eHOTeHeTHIECKUMHU PabOTaMU YeTBEPUKOBCKON TEHETHUECKON TIKOJIbI
MIPe/ICTaBSeTCS HaM oueBUIHOM. [loaToMy HEyAMBUTEIBHO, UTO, PACCMOT-
PEB OCHOBHBIE TPeOOBAHUS, TIPEABSIBIASIEMbIE K 9BOJIOIMOHHON TEOPUH,
M.A. wmkwuw (1988, 2006) yBumem, 9To OCHOBON TaKOW TEOPUU MOKET
CUUTATHCS YUeHHUE O CTAaOUIN3UpyoleM (KaHAJU3UPYIOIEM) 0TOOpE
[MImarpraysena— YoNIMHTTOHA, KOTOPOE UCXOINUT U3 MPECTABIEHUS, UTO
oTbOp 1Mo (heHOTUTIAM BEET K CO3/IaHUI0 TOMEXOYCTOUYMBOTO PAa3BUTHS,
peanuayioniero 3t ¢peHOTUIbI. [ToCKOMbKY B TaKOH TEOPUU UCTOYHIKOM
ABOJTIOTIMOHHBIX U3MEHEHWH MPU3HAIOTCS YKIOHEHUS TIPOIecca Pa3BUTHS,
TO 9Ta TEOPHUST 3aCTY/KUBAET HA3BAHUS nuzenemuueckoll. COGCTBEHHO ITH
Mpe/ICTaBIeHNs 9BOTIOIMOHNCTA, 300si0ra 1 Mopdostora .U, lImamnsray-
3€Ha ¥ 9BOJIONUOHKCTa, sMOprosora u reretnka K.X. Yopunrrona, 3amo-
SKUBIIETO OCHOBBI 9NUZeHEMUKU, I COCTABJIAIOT TeOpeTHYeCKUuil pynmamMmenT
anureHetnyeckoit reopun M.A. IIumkuna.

TakuMm 06pazoM, He KECTKHI TeHETHYECKHUIT IETEPMUHI3M B OTHOIIIE-
HUSIX TeH — MPU3HAK U CTyYailHble 3JIeMEHTAPHBIE MyTallui 06eCTIeYnBaIoT
hopmoobpazoBanue, a JUIUTENbHbINA U B U3BECTHON CTETIEHN KaHAJIN30BaH-
HBII U TTO/IJIEP>KMBAEMbIIl CYIIECTBYIONIEH ITUTeHeTUYeCKON CUCTeMO pas-
BUTUSI HCTOPUYECKUIT TTpotiece, 06y CIOBIACHHBIN TBOPUECKOI POJIBIO ecTe-
CTBEHHOTO 0TGOPA B IATBHEHIIIEM COBEPIICHCTBOBAHUY U aJIallTUBHOMN TTe-
pecTpoiike anurenomMa 1 GyHKIIMOHUPYIOIIEH B Pa3BUTUHN dNIUTeHETHYEC-
KO CHCTEMBI.

MexaHn3M 9BOJIOIMOHHBIX TIEPECTPOEK, MPE/IJIOKEHHDBIX ITUTeHETH-
YecKoii Teopueil, B caMOM KPaTKOM BU/IE MOXKHO TIPEAICTABUTD CJIEYIONUM
obpasom. Passutne, mpuBosiiee K CXOAHOMY (GEeHOTUITHYECKOMY PE3YJIb-
TaTy, T.e. 9KkBU(UHAIbHOE pa3BuTHe eHOTUIA KaK HEKON HOPMBI, IIPOSBJIS-
eTcst B OOBIYHBIX, TPAUIIMOHHBIX JIJIsI BU/IA 9KOJOTHUYECKUX YCIOBUsIX. B
pesyJbTaTe U3MEeHEHUs YCJIAOBUIN Pa3BUTHS, BBIBOASAIIMX IITUTCHETUYECKYIO
CHCTEMY M3 PAaBHOBECHUA 32 TPAHUIbI HOPMaJbHOHM KaHATN30BaHHOCTH, Be-
JIET K TOMY, YTO Y MHOTUX 0COOEH MPEo/I0IeBAIOTCS KPUTHUECKUE STTUTEHE-
THYeCKUe TTOPOrd ¥ BO3HUKAIOT MHOTOYNCIeHHbIe MOP(hO03bl, nH(pOpMaIu-



ITIABA 4. 9IIUTEHETUKA, SIIUNTEHETUYECKAA TEOPUA SBOJIIOINNU U ... 159

OHHO 3aJI0KEHHBIE B BO3MOKHOCTSX crcTeMbl. [IposiBiieHme Hesaperyanpo-
BAHHBIX HIOAHCOB M MIMPOKOTO CITEKTPA PaHee CKPBITHIX U 3apeTyIMPOBaH-
HBIX HOPMOU TIyTel pa3BUTHS O3HAUAET MPOSIBJICHIE «MOOUIU3AIIMOHHOTO
pesepBay MHAUBUAYATBHON M3MEeHUNBOCTH (TepMuH Tipeziosken C.M. Tep-
MEH30HOM ¥ MIMPOKO nctonb3oBan V.M. IImanbrayseHom). IKCHiepuMeH-
TaJbHBIE TPUMEPBI TAKOTO PE3KOTO YBEJINYCHUS CTIEKTPA UBMEHYNBOCTH B
HKOJIOTHYECKU HApYIIEHHOU cpejie OBbLJIN BBISIBIEHBI 10 METPUYECKUM 1
MEpPUCTUUYECKUM MPU3HAKAM HA COPTaX MIICHUIIBI U JTUHUAX APO30(DUI
H.B. TimotossiM (1983). Ecin n3amenenme aK0JIOTUIECKIX YCIOBUI fajiee
OyeT COXPAHITHCS U B MOCTEAYIONINX MOKOJEHUSIX, TO HATHETCST 0TOOP B
MOJTB3Y CAMOTO KU3HECTTOCOOHOTO MOPHh03a, KOTOPBIT GyIET COMPOBOK-
JIAThCS TMTOBBINIIEHUEM YCTONUYMBOCTH U KAHATTU30BAHHOCTH €T0 BOCTIPOM3BE-
nenus. TIpeskHsis HOPMa, OKA3aBINASACS MeHee JKU3HECTTOCOOHON, HauHeT
NeCTaOUIM3UPOBATHCS U TIEPEiIeT B paspsiji «abeppaHTHON» TPAeKTOPUH
passutus. IIpu ganbHeiinieil crabuansanu HOBOM HOPMbBI OHA Bee GOoJIbIIe
OyeT PeryJIMpoBaTh PasBUTHE, TPEAOTBPAIIast MOSBJICHUE APYTUX MOPHO-
30B, M CHU3WUT UX PEATU3AIIIO B HOBBIX YCIOBUSX 10 MUHUMYyMa. Ha niu-
TEJTLHOM MMPOMEKYTOYHOM 3Talle CYIIeCTBOBAHMS MOMYJISIUN B U3MEHEH-
HOT cpejie B HEl MOTYT OJIHOBPEMEHHO TIPUCYTCTBOBATH U cTapas, U HOBas
HOPMBI KaK /[Be TUCKPETHBIE aJIalTUBHBIE MOAMGDUKAIIINH, WJIH TTOJTUMOP-
(busm. B KOHEUHOM UTOTE CTapast HOpMa MOKET JINOO MCUE3HY T, OO Tpe-
BPATUThCS B aTABUCTHYECKUI abeppaHTHLIN TTyTh pa3BuTHs. B To jke Bpe-
MsI COXpaHsieMoe YKJIOHEHUE CTAHOBUTCS Bee GoJiee yCTONUNBO HacTeIye-
MBIM, IPEBPATUBIINCH B HOBYIO a/IAITUBHYIO HOPMY.

M.A. IlIumkun (1988) B uTore npuxoguT K CIeAyIONIEMY 3aKJI04e-
H1io: «TakuMm 06pazoMm, cosupaTeIbHast poJib 0TOOPa, Kak 1 KayKI0TO TBOP-
YeCKOro 1Ipollecca, 3aKIio4aeTcs, B KOHEYHOM cYeTe, B «3allOMUHAHNU CJTY-
4aifHOTO BBIOOPAY ..., KOTOPOE BBIPAKAETCS B IAHHOM CJIYYae B BHIOOPE O1-
HOIi M3 OTHOCUTEJILHO PABHOBEPOATHBIX (DJIYKTYyallnii CUCTEMbI PA3BUTUS U
B IIPEBPAIEHNN ee B HOBYIO YCTOHYUBYI0 HOpMY» (c. 166). [lonosnennem
K sanurenerndeckoil Teopun M.A. [llumknna ABAAIOTCS NPeCTaBICHNS,
passuBasinuecs B paborax I1. Onbepua.

4.3. SJIIMTEHETNYECKASA KOHIEIINUA I1. OJIBEPYA

[Tapanneasno ¢ M.A. IIINIIKUHBIM B 3amafHON HayKe K CXOAHBIM
npezacrasiaerusm puties I1. Onbepu (Alberch, 1980), kotopsrit ogauM U3
MEPBBIX 0CO3HAJ Ba)KHOCTH CUHTE3a OMOJIOTHI Pa3BUTUSI U TEOPUU 9BOJTIO-
un: <5 Bepro, YTO MOHUMAHUE TPUPOJIBI MOPMOTOTHUECKON N3MEHUNBOC-
TU U TIPUEMJIEMAsT METOJIOJIOTHS JIJIST OTIMCAHUST OHTOTEHE3a HeOOXO MBI
JUIST YCTIETITHOTO CHHTE3a MEKY «pasButHitaoii» (developmental) u sBostio-
1moHHoi Teopusimu» (Alberch, 1980, p. 654). PaccmatpuBast posib passu-
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THS B CO3/IaHWHN OTPAHUYCHUN MATTEPHOB MOPGHOTOTHIECKON 9BOTIONN,
3a/IAI0NINX ee HAITPaBJIECHHOCTD, OH TI0JIaTall, 9YTo TPUpoia Mopdosorniec-
KOI MU3MEHUYMBOCTU ¥ IPOSIBIIEHUST MOP(HOJOTHUECKUX HOBIIECTB 00YCIIOB-
JIeHA 9TTUTEHETUYECKUMH CBOHCTBAMU OPTaHU3Ma W STIUTEHETUYECKUMU
OTpaHWYEHUSIMU. PaccMOTpeHMe 3TUX CBOMCTB SBJISICTCS OCHOBOH JIJIsT KOP-
PEKTUPOBKHU TEOPHUii MOPGOJIOrHUeCKO IBOIONNN. Pa3BUTUIIHbIE OTpaHU-
YeHUST HAKJIAJIBIBAIOTCS HA TPAyATUCTHYECKOE JEHCTBIE IPSIMOTO JIBUKY-
1ero otbopa, ¥ Mo3TOMY 3BOJIIOINS TOJIKHA MPEACTABISATE COOON Pe3yib-
tat quddepeHInasbHOro BhXKMBaHMsI MOP(OJIOrnyecKux HOBIECTB. Tem
He MeHee co3/laHne MOPGOJOTHIECKUX HOBIIECTB HA OCHOBE Pa3BUTHUHHBIX
mporpaMM Hecsrydaiino. Mopdosoruueckoe mposiByieHue (9Kcmpeccus) re-
HETUYECKUX MYTAIUil €CTh SMUTEHETHYECKOe CBOMCTBO.

I1. Ostbepu 3aKIOYAET, YTO TAKUE CAYIAWHBIE TPOIIECCHI, KAK TCHETH-
YeCKUe MyTallui ¥ PEKOMOWHAIIIH, HE MOTYT PACCMATPUBATHCS B KAUECTBE
00BSICHEHUST BO3HUKAIOIIETO YIOPS0OUEHHOTO aTTepHa Ha MOP(hOJIOTH-
YECKOM yPOBHE. YTIOPSIZIOUEHHBIH MAaTTEPH KeCTKO TTOAJIECP;KUBAETCS CyIIe-
CTBYIOIIEH CHCTEMOIT SITUTEHETUIECKON PETYJISAIIN 1 00JIAIaeT PAIOM BaK-
HBIX CBOUCTB: BO-TIEPBBIX, (DEHOTHUIIBI SIBJISIIOTCST XOPOIIIO 320y (hepeHHBIME
TOMEOCTATUIECKUMU CUCTEMaMU, YCTOMYMBBIMU K CPEIOBBIM U TeHETHYEC-
KM TIepTypOaIusiM B TeUeHUE UX OHTOT€HE3a; BO-BTOPBIX, MOP(MOIOrHIec-
Kasl UBMEHYMBOCTh Ha MAaKPOCKOITMYECKOM YPOBHE HE SBJISIETCS] HETIPEPbIB-
HOM, a PacIpesessieTCss MEKIY OrpaHnYeHHbIM HaGOPOM AUCKPETHBIX CO-
CTOSTHUH (IOMEHOB); B-TPETHUX, «<MOP(OJOTHIECKUE MY TN HeCTydaki-
HBI, T.€. UX BbIPAKEHIE HECTYUAHO Ha MOP(OJIOTUIECKOM YPOBHE.

I1. On6epu, onupasich Ha MIMPOKO usBecTHbie paborhl K. X. Yoxaunr-
tona 1 P. Toma, yrBepskaaer, uto Bee Hab/ogaeMbie G1oorndeckre (GopMbl
He XaOTUYHbBI U TIPEJICTABIEHBI TUTMYHBIMU (hDOPMaMH, KOTOPHIM MbI JIaeM
Ha3BaHMsl, TI09TOMY MOKHO YTBEPKAATh, YTO OHU He 00Pas3yiOT HEIPEPhIB-
HBIH PSIJT CJTydallHbIX TIEPEX0/I0OB U He TeHEPUPYIOTCS] COBEPIIEHHO CayJaii-
Ho. /lesio B TOM, 4TO Tak HazbiBaeMast HelpepbiBHAS (KOJTUYECTBEHHAS )
M3MEHYMBOCTH OTpaHnyeHa (OKOHTYPEHa) B BU/IE IUCKPETHBIX YCTONIMBBIX
COCTOSIHUH, WM <JOMEHOB». MIX MOKHO JIETKO 00HAPYKUTh SKCIIEPUMEH-
TaJIbHO, KOT/Ia HAalIPaBJIeHHbII 0TOOP Kakoro-aubo napamerpa (4ucJa e-
TUHOK, OOIINUX Pa3MePOB, ABUraTeJbHON aKTUBHOCTH ¥ T.JI.) B TOI WK
WHO¥ TPYyIITle OPraHM3MOB YiKe Uepe3 Majioe YMCJI0 TTOKOJEHUN YITUPAeTCst
B HeKMe IpaHullbl (IIpefiesibl) U3MEHYMBOCTH, U Jajiee 0TOOP 0OBIYHO He
s dexTrBen 6e3 IPOBeAEHNs ClIeINATbHBIX CKPEIINBAHNNA, HAIIPABIEHHBIX
Ha MOBBIIIEHNE TeTEPOreHHOCTH, UJTU TPUMEHEHUST MOTI[HBIX MyTareHoB.
[Tpu 5TOM M3MEHUYUBOCTD KOJUYECTBEHHBIX TIEPEMEHHBIX TIPETIONAraeTCst
reHeTHYeCKU KOHTPOJIUPYeMoil. BHyTpu 1oMeHOB HaGII04aeTCs YHUMO-
JaJIbHOE WJIH TIOJIMMO/IaIbHOE CIydaiiHoe BapbUpoBaHue 3Ha4eHui, o6pa-
BYIOIIMX CryIeHnsT BOJINU3KM HEKUX IIEHTPOB, OAHAKO MeKAY TOMEHAMU CY-
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MIECTBYIOT AMCKPETHBIE PA3PBIBBI. 3a Mpee/laMi JOMEHOB PeaJn3arns
(eroTHTA HEBO3MOKHA 13-32 OTIPEIEIEHHBIX MOP(HOTEHETHIYECKUX U KOH-
CTPYKIIMOHHBIX orpannyennii. CymecTByeT BO3MOKHOCTD Mepexojia u3
OJIHOTO JIOMEHa B JPYTO#i, ecyin garHast 0coOb OyIeT TPEBBINIATh WU HE
JIOCTUTATHh HA TOM WJIM WHOM 3Talle Pa3BUTHS HEKOTOPBIX TIOPOTOBBIX 3HA-
YeHMIT TPU M3MEHEHUSIX BHYTPEHHEN Wn BHeITHEH cpesbl. TakuMm obOpa-
30M, MOPGhOJOTHIECKOE MMPOCTPAHCTBO MPENCTABASETCI TUCKPETHBIM 1
COCTOSIIIIMM U3 JOTYCTUMBIX B Pa3BUTHH JUCKPETHBIX 00JACTEl, B TIpejie-
JIaX KOTOPBIX U3MEHUYUBOCTb MOKET HOCUTD CIYYAHHBIH XapaKTep.

JToMeHbBI UBMEHIMBOCTH, UJIH YCTOWUMBLIE cocTosiHYs (steady states),
MO/IPA3yMEBAIOTCS B KOHIIETIIUSIX KaHATM30BAHHOCTY PAa3BUTUSA YOIJIMHT-
toHa (Waddington, 1957), romeocrasa passutust Jleprepa (Lerner, 1954) u
crabunusupyiotiero orbopa (Illmasbraysen, 1946) u orpaskaror ycroituu-
BOCTbH (peHOTHUTIA B XO/I€ Pa3BUTHUS IPU NU3MEHEHNUU BHEITHEN W BHYTPEeHHEH
cpenbl. Posib oTGopa Tpu 9TOM CBOIUTCS K HOPMAJIU3AIUY U YITPOUEHUIO
TOHKOW HACTPOWKHN JalITUBHBIX YePT BHYTPH loMeHOB. [Ipnmepom mome-
HOB MOTYT OBITh Pa3Hble TAKCOHOMUYECKUE eIUHUIIBI UJIN KJTacChl (heHoIe-
BMaHTOB. Ha ypoBHE OpraHn3Ma — 5TO Pas3nims MEKIY PA3HBIMU TKAHIMHU
nan opranamu. Onbepu Tak ke, Kak u HIumku, 1y 0003HaYeHUs PasHbIX
myTel WHAWBUIYATHHOTO PA3BUTHUS, BEAYIINX B KOHETHOM UTOTE K 9TUM
YCTOMUUBBIM COCTOSHUSAM (heHOTHUTIA, MCTTOIB3YET MPEIIOKEHHBIN YO INH-
TTOHOM TEPMUH <KPEOJI».

B cayyasgx, Korjia romeoctaTuyeckue IOPOry peo/i0JIeBaIoOTCs 13-32
BO3MYIICHNI BO BHyTPeHHEH MM BHEIIHEH cpejie opraHu3Ma, cucremMa
MOJKeT MEPEKJIoUaTh Pa3BUTHE C OTHOTO YCTOWYUBOTO COCTOIHUS HA JIPY-
roe. B xauectBe mpumMepos Takux nepeksaodenuil I1. Onbepu npuBoauT
rOMeOo3UCHbBIE SBJIEHUS, ONMCaHHbIe JoIbIIMUITOM, U MYTAlllH, BbI3bIBA-
[OIIMEe HAPYIIIEHUST CKEJIETa, B YACTHOCTH CJIyYan TTOJUIAKTHINN, HECKPbI-
JIOCTH U [IP., KOTOPbIE PACCMATPUBAIOTCS KaK TEPATOJIOTMYECKHUE OTKJIOHE-
Hug. OH noxyepkuBa, uto eie JapBuH yKaspiBal Ha HEKOTOPBIE TapaJi-
JICJIBHO BO3HUMKAIOIIIE Y PA3HBIX BUIOB abepparuu U CYUTA, YTO 3TO MO-
JKET TPOJIUTh CBET HA MEXAHU3MbI UX MpoucxoskaeHust. Oco6eHHOCTH €To
Ipe/ICTaBICHUN 3aKII04aeTcsa B TOM, YTO IIEPEHOC Pa3BUTHUS U3 OJIHOTO B
IPyroe yCTONYNBOE COCTOSIHME OH CUMTAN He caydaitabiM. DakTiaeckn
HEKOTOpbIe MOP(MOJIOrYecKIe HOBIIECTBA BBITJIAAT Kak IIOBTOPEHNS, KO-
TOpPBIE MPOSBJAIOTCS Yalle, yeM apyrue. B aroii cesasu I1. Onbepu obparia-
eT BHUMaHue Ha (hakThl, J0Ka3bIBAIOINE, UTO [TPogBaeHIe MopdoJiorndec-
KUX Bapualuii HeCaIydailHo 1 MOKET ObITh MHTEPIPETUPOBAHO C ITUTEHE-
TUYECKUX TTO3UIUI, UCTIOAB3YS /IS 9TOTO TIpuMepbl 13 pabot Beppu u
Cupiis, HOCBAIEHHBIX BCTPEYAEMOCTH AMCKPETHBIX Bapualiii HeMeTpH-
YeCKUX TIPU3HAKOB CKeJsleTa IPhI3YHOB, ncciaenoBanug CaBuHa M OJIMOH/I-
€a 0 UBMEHYUBOCTH CTPYKTYPBI OTXOKACHUS COCY/IOB B 0OJIACTH a0PTHI Y
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KPOJIMKOB ¥ IPYTHE TPUMEPHI, KOTOPbIE COCTABJAIOT (DAKTOJIOTHIECKYIO
OCHOBY HACTOSIIEN KHUTH.

B urore I1. Onbepu MPUXOAUT K ABYM BasKHBIM BBIBOJIAM: BO-TIEPBBIX,
OTHOIIIEHUST MEK/IY TeHaMU U (DEHOTHUTIOM SIBJISTIOTCSI HEIIPSIMBIME U B 00-
eM HeJIMHEWHBIMU; BO-BTOPBIX, MPEPBIBUCTOCTD (AUCKPETHOCTD) (heHOTH-
MMAYECKOTO MPOCTPAHCTBA MMEET MMOPOTOBYIO TIPUPOLY U SABJISIETCS SMTUTEHE-
THYeCKUM (heHOMEHOM, TIOCKOJIBKY OTIPEIEIETCS MPUPOION Pa3BUTUITHON
dyukiuu, ITosTOMY 9BOIOIIS TIPEACTABISET COOOI PE3yJIbTaT CABUTOB B
pactnpenesieHNN 3HaYeHU T KOHTPOJUPYIONINX Pa3BUTHE TTapaMeTPOB.
C/OKHOCTD B3aUMO/ICHCTBUN B TeUEHWE PA3BUTHUS U MATTEPHBI MOP(0JIO-
TUYECKON ABOJIOINU TAKOBbI, YTO UX HEBO3MOKHO PEAYIIUPOBATD /10 TIPO-
6JieMbI U3MEHEHUSI YACTOT TEHOB. MesK/Iy CKOPOCTSIMU CTPYKTYPHOII TeH-
HOI1 3BOJIIONINY 1 MOP(GOJIOTHYECKOH UBEPCH(IKAIINH CYIIeCTBYeT OUeHb
crabast KOpPesIyst. ITO TOKA3BIBAET, YTO MIMEHHO PETYISATOPHbBIE B3ANMO-
NEUCTBUS HA TEHETUIECKOM W 3MMUTEHETHYECKOM YPOBHIX KOHTPOJTUPYIOT
rpoitecc MOp(hOTOTUIECKOI HBOJIONNN. Pa3BuTHitHble OTPAaHWYCHWS 1 B3a-
WMOJIEHICTBUS CO3/IAI0T OTpe/ieJIEHHBIE TIPE/IETbI /LIS IEHCTBUS eCTeCTBEH-
HOTO 0TGOPA U MOTYT 0OYCJIOBIMBATE (PrieTHUYecKue TPpeH bl VIMEHHO TH
TPEHIBI Ha (DOHE CITOKHOTO B3AaMMO/ICHCTBUS AMHAMUKI Pa3BUTHS, KOHTPO-
JpYoIei mosiBjieHre MOP(hOJOTHIECKUX HOBIIECTB, CTAOMIU3UPYIOIIErO
oT6opa 1 IKOJOTHIECKUX TTapaMeTpoB (oMY ISIIIHOHHBIX PA3MEPOB, CTPYK-
TYPbl PA3MHOKEHUA U [[P.) COBMECTHO OTIPEIEISIOT BEPOSATHOCTD «(UKCca-
IUK» HOBBIX MOPGOJIOrnYecKux peteHuil. [pyrumu cioBaMu, MaKpoaBo-
JIOIUS pacCMaTPUBAETCS KaK IMPOJAYKT B3aUMOICHCTBUSA MEXK/Y Pa3BUTHEM
W 9KOJIOTHEH, HO pasBuTHe, Mo Muenuio 1. Onbepua, urpaer 31ech Beay-
IIYIO POJIb, TOCKOJIBbKY 0OYCIOBIMBACT PealbHble BO3MOXKHOCTH JajbHel-
mux npeobpazosanuii. OH KaTErOpUYECKU OTBEPTacT BO3MOKHOCTH pac-
CMaTpUBATh HBOJIIOIMOHHBIN TIPOIIECC B TEPMUHAX TOJIBKO CJIyYailHbIX TIpe-
06pasoBaHuii, TOCKOJIbKY BKJIAJ PA3BUTHUS B TIPOIECC MOP(HOIOTHIECKOI
Tpanchopmalun He caydaeH. B pabore, Hanucanuoit coBMecTHO ¢ JIK.
Octepom (Oster, Alberch, 1982), oHu IPUXOAAT K 3aKIIOUEHHIO, YTO 9BO-
JIONUOHHbBIE U3MeHEeHUsT 00y CIOBICHBI GUbypKaMeil pa3BUTUHHBIX TTPO-
rpaMM, YTO BO MHOTOM IlepekjunKkaercs c npejacrasiaenusmu JI.B. Besnoyco-
Ba (1987) u ero nocnenosaresneii (Heppantes, 2003).

Taxum 06pasoM, MOXKHO MmoJarath, 4To B3rJsiel [1. Oabepua mouTu
nsoMopdusl npezpcrapaenngam M.A. [lIumxknna, a Takske UMeeT CMBICJI T'O-
BOPUTH 0 TeopeTnueckoM equucTBe B3rysiaoB V.U, [lImanbsrayzena u K.X.
YonauHrrona, BICKa3aHHBIX B cepefinie XX B. U TIIyOOKOM CXO/ICTBE Tia-
paJiIesIbHO pa3paboOTaHHbBIX B KOHIIE BEKA AMUTEHETUYECKON TEOPHU IBOJTIO-
un MLA. [lIumknuna u anureHeTHYecKoi KOHIIeTIINY OrPaHYeHN MaK-
poaBosonmonHoro mpotiecca I1. Onbepua, KOTOPBIE Pa3BUBAIOT TEOPETH-
YyecKue Ipe/ICTaBIeHUS CBOUX BEJIMKUX IPE/IIeCTBEHHUKOB.
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4.4. SIIMTEHETNYECKAA USMEHYUNBOCTD
1 DIIUTEHETUYECKUI JAHAIIA®T HOIIYIAINN

CormacHo B3IJIsIIaM YOAMHTTOHA, PYHKITMOHUPOBAHUE SITUTEHOTUTIA
3abyepeno TakumM 06pa3oM, YTo MPOTIECC PA3BUTHST OKA3bIBACTCS «KaHAIH-
30BaHHBIM», )KECTKO HANIPABJIEHHBIM, HECMOTPSI HA HAJTUYHE PA3HOTO POa
TIOMeX KaK CO CTOPOHBI BHEIIHEH, TaK U CO CTOPOHBI BHYTPEHHEH, TEHOTHITN -
yeckoii, cpenpl (Yomuuurron, 1964, 1970). OxHaxo sta ycTORYMBOCTD Hebes-
rpannyHa. Kak yske noguepkuBaioch patee, Hapsify ¢ OCHOBHOI TPaeKTOPU-
el pa3BUTUS — KPEOJIOM, KOTOPas BefieT K (OPMUPOBAHUIO HOPMATBHOTO
JUIST TIOTTY IS Y WJTH JIMHUY (peHoTHTA («IIKOTO THIIa», CTAHAAPTHOTO TIPO-
SBJICHUST «MYTaIlUU» U T.JL.), UMEETCst HAOOp «CYyOKPEOI0B», HANPABICHHbIX
B XOJIe Pa3BUTHSI HA PEATU3AIINIO OTIPe/IeIEHHBIX, OTIUYHBIX OT HOPMBI yC-
TOWYUBBIX (HEHOTUITUYECKUX COCTOSTHUHN, 1y abeppaHTHBIX (hEeHOTHUIIOB.
Cy6Kpeojibl BMecTe ¢ KpeogioM (OPMUPYIOT STTUTEHETHYECKYIO CUCTEMY,
06€eCTIeYNBAIONIYIO TIOMUBAPUAHTHOCTD Ty TEH Pa3BUTHSL.

PaccmoTpuMm B aTO¥ CBSA3M CIEAYIONTYIO aHATOTHIO. MBI MOJKEM ITPeI-
CTaBUTh, UYTO PA3BUTHE B HOPME KAHATI30BAHO, KECTKO HAIIPABJIEHO M HAITO-
MUHAET JBWIKEHYE Mapa BAOJb JEASHOTO Keao6a, CTPYKTypa KOTOPOTO
TIPE/ICTABJIEHA TPACCON [IJIsI CAHHOTO CIIOPTA C BPE3aHHBIMU B HEe OTBETBJIS-
IoLUMICS «CyOskesobamu». B Mectax BeTBieHuii cy0keno60B riyOruHa Kpe-
ofta (TJIaBHOTO Ke1006a) MEHBIITe, U CIyYailHble BO3CHCTBIS MOTYT ITPUBEC-
TH K TIepebpOocy IMapa Ha PYTYIo YCTOHUNBYIO TPACKTOPUIO PAsBUTHS, B JPY-
TOM Kes06, KOTOPHI IPUBEAET K APYTOMY (PEHOTHITHYECKOMY PE3YJIBTaTy,
KaK, HATIPUMEpP B M3BECTHOM CJIydae TOMEO3UCHON MyTaluu aristopedia, oT-
kpbrtoit E.M. Bankarnmmnoit: y 1po3oduiibl BMECTO aHTEHHBI HA TOJIOBE BO3-
HUKAET 110/[001e KOHEYHOCTH. TaKue TIePeKTIOUeHus: Pa3BUTHSI IIMPOKO Pac-
npocTpanens! B mpupozie. Ha 6obioM MaTepuasie 1o pasinaHbiM hopMam
a3MaTCKUX FOPHBIX 10JIeBOK poxa Alticola VI.A. BacunbeBoii Oblia oOHapyKe-
Ha YHUKAJIbHAsT 0COOb, Y KOTOPON UMEJICH YeTKO CPOPMUPOBAHHBIE YETBEP-
ThIE BEPXHUE MEYHBIE 3YOBI, XOTSI B HOPME Y BCEX MPEICTaBUTEIICH 11eI0T0
HaziceMeiictBa Muroidea mpostBASAIOTCS TOIBKO TPU TMEYHBIX 3y0a.

B pamKkax onucaHHOI BbIIle aHATOTUN KaHATU30BAHHOCTU PA3BUTHS
B BUJIE JIE/ISTHOTO BETBSIIIETOCST KesioOa BO3/IeHCTBIE BHENTHEN CPe/Ibl, Ha-
TpUMeEp «PE3KUil GOKOBOIT TIOPBIB BETPa», BEAYIIUI K MI3MEHEHUTO TPACKTO-
PUU PA3BUTHSI, JIM BO3/I€HICTBIE BHYTPEHHEI CPE/lbl, «<MYTaIUsI> B BUE
JIEJITHOTO 6YropKa, 06eCIeYnBaIOIero TTOBOPOT ABUIKYIIErOCs Mapa B OIl-
peieleHHbIN cy6KeI06, MOTYT TPUBECTH K (POPMUPOBAHKIO OJTHOTO U TOTO
e PeHOTHa, OTJIMYHOTO OT HOPMBL [1o cBoeil cyTH aTo ToT ke mpoobpas
XOPOLIO M3BECTHBIX reHo- u (eHokonmii (Goldschmidt, 1940).

[Tongrue «anureHeTndeckuii nanamadt> Yoguuurron (Wadding-
ton, 1957) BBen 11g onucanus Mopdoreresa ocodu, Koraa KaxKaas «I0JIu-
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Ha» BEICT K (bOpMI/IpOBaHI/IIO TOTO NJIM MHOTO OpraHa U 4aCTHU OpraHnu3Ma.
A.T. BacuiibeB BBOJUT B 9TOH CBA3M IPEACTABICHUE 00 «9NUZEHEMUUECKOM
Jandwagme nonyasuuu», OMUPAsiCh Ha MHOTOUNCJICHHbBIE SMITUPUIECKITE
(hakThI yCTOWYMBOCTH, OTIPEIETEHHOCTH U MPEACKAa3yeMOCTH (GeHOOOTIKA
KQKIOU MOTYJISIIIUY BU/A KAK 110 KOJUYECTBEHHBIM TTapaMeTpaM, TakK U 110
YacToTaM aJibTepPHATUBHBIX Bapuariuii npusuakos (Bacuibes, 1988, 1996;
Bacusbes u zip., 2000). CyImHOCTH 3TOTO MOHSATUS JIETKO OCO3HATDH U3 CJie-
IYTOTINX PACCY>KICHU.

[Tornmast «OHTOTEHE3» HE TOJBKO KaK WHINBUIYATHHOE PA3BUTHE
0cobu, eANHITIHOEe COOBITHE, HO 1 KAaK OOTIYIO BUIOBYIO TIPOTPAMMY Da3BH-
THs, JIETKO PUUTH K TPEThbeMY ero TOTKOBaHUIO. «Ilonyasuuonnviil onmo-
2enes» MOKHO OTIPEIESTUTh KakK o0ujee 0st 6cex 0cobetl NONYAsyun npeom-
Jeue 6U00BOU NPOZPAMMbL PAIBUMUSL, UCTOPULECKU OMULTUDO8anoe omoo-
POM 01t KOHKpemuvlx ycaosuil ee cyuecmeosanust (Bacunbes, 1988, 2009).
OueBUIHO, YTO «IIOMYJISIIHOHHBII OHTOTEHE3>, BhIPasKast 0OIIHE YePTHI
PasBUTHS KQKI0# 0cOOU B KOHKPETHOM MOMYJISIIINU, B MaciiTabe Buga Oy-
JIeT YHUKAJIEH U eIUHUYCH. Jnuzenemuueckull 1anouapm nonyisuuu —
COBOKYNHOCMY ANLMEPHAMUBHHLX KAHALUI0BANHVIX nymetll (mpaekmopuii)
PA3euUMUSL, KOMOPbLE UHBAPUAHMHBL 051 8CEX 0C0Oell NONYAAUUU U POpMU-
PYOm xapaxmepuvie uepmol NONYAAYUOHHOZO OHMOZEHE3A.

Eme K.X. Yommuurron (1964, 1970) noguepkuBai KpaitHIOO yCJI0B-
HOCTb TIPE/ICTABIEHUST PA3BUTHUS B BU/IE JAHAIIA(PTA U TOBOPUI O TOM, YTO
passuTHe ocobu, ee MOpdoreHes, MOKHO TPEACTABUTH KaK TPACKTOPHUIO
TOYKHU B a30BOM (MHOTOMEPHOM ) ITPOCTPAHCTBE. TaKyio TPaeKTOPHIO, KaK
y’Ke OTMEeYaJIoCh, HA3bIBAIOT MHOT/IA «OHTOTEHETUYECKOI TPaeKTopueii»
(Alberch, 1980). Ecain BocIoib30BaThCsI MOJEbIO-aHATIOTUEN CTEKIITHHOM
TOPBI, PA3BUTHE MOKHO MTpecTaBuTh Besen 3a K.X. YonauarronoM B Bue
TPAEKTOPUU IBUIKEHI TApUKa N0 perbeHOMY JanamadTy, HO 9TOT JaH-
amadT — cTeKJAsHHAA Topa, Oy/eT CHavaia COBEPUICHHO He BUJICH U3-32a
cBOeil po3pavyHOCTU (Uest MPO3PAUHON CTEKISTHHON TOPBI TOICKa3aHa
B.M. Edumossim). [IpocreskuBas npmkenune mapuka, KaTSImerocs ¢ Bep-
MIUHBI TOPBI, YTO CUMBOJIU3UPYET TIPOIIECC PA3BUTUS, U MBICJIEHHO TIPOPU-
COBBIBAST €T0 TPAEKTOPUIO, MBI ITOCTEIIEHHO, Pa3 332 Pa30M, OT TIONBITKH K
TIOTIBITKE, HAPUCYEM KOHTYDbI ATOI MCXOIHO HEBUIMMOI TOPBI, TPHYEM Xa-
pakTepHast OCHOBHAS TPACKTOPHUs ABMsKeHUsT (Kpeoi) Gyaer BujHa Hanbo-
Jsiee otuernBo. Kakiast 0cobb MMeeT CBOM JIeTali OHTOTEHETHYECKON Tpa-
€KTOPHH, HO €CJIU «3ACTABUThH» €€ TMPOKUTh MHOXKECTBO JKU3HEI, TO 9TOT
JaHamadT, «IPOPUCOBAHHBIN» OT Hee, 6YIeT B 3HAUNTEILHOI CTETeHn Ha-
MOMUHATH JaHAMADT, <[OJYIYEeHHBIN» 13 OHTOTEHETUYECKUX TPAEKTOPHUIT
BCex ocobeii ee momysnuu. Kaxkaas ocobb Ha Bcex aTanax OHTOreHesa
OyeT UMeTh TyIaBHble (HHBAPUAHTHBIC) YEPThI, TIPUCYIIHE BCEM 0COOIM
TAHHOM TTOTYJISAIINN.
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ITO, OJTHAKO, HE O3HAYAET, YTO BCE OCOOU UMEIOT COBEPIIEHHO CXOJI-
HBIIT HaOOP BO3MOJKHBIX Ty Teil pasBuTust (PaBHYI HOPMY PEaKIIUM), Ha-
MIPOTUB, KaXkK/Iasi 0COOb MO OMPEAETEHUI0 TEHETHUECKH YHUKAIbHA, 1 YCJI0-
BUS €€ PA3BUTHS MOBTOPUMBI JIUTIH B U€AJIE, a CIe0BATETbHO, (DEHOTUTI
0co0u TOKE YHUKAJIEH, DTO 03HAUAET JIUIIH TO, YTO Y KaXkI0H ocobu cucre-
Ma PETYJISAIUN Pa3BUTHS UMEET OOIINe TOMYJ/ISAIHOHHBIE YEPThI, KOTOPBIE
Ha BCEX 9Tanax OHTOTeHe3a [P XOPOIIeil TEXHUKE aHaJIn3a MOTYT ObITh
BBISIBJICHBI, & CJIEI0BATEIBHO, 0COOb OYy/IeT IUATHOCTHPOBAHA KaK OTHOCS-
masicst UMEHHO K JJAaHHOH Totryiaiun. J[pyrumnm ciioBamMu, Ha KaxKI0i 0CO-
61 Jie;KUT MOPGHOTOTHUECKUT «OTIIEUaTOK» €€ MIPUHAJIEKHOCTH K CBOEH
MO JISITIAY, TaK KaK ee Pa3BUTHE 00YCIOBIEHO B 3HAUUTEIBHON CTEMEHH
O0IIUM dNULEHEMUUECKUM TAHOULADTMOM NONYIAUUU.

Kasxpas surora (0cobb) B X01€ pa3BUTUS MOKET Pealn30BaTh JI000M
13 UMEIOTUXCST B KOHKPETHON MOTYJISAIIN TyTel pa3BUTHUS, OJHAKO C OI-
pezieIeHHOMW, 33/JaHHON /1715 IAHHOH TOMYJISIINN BEPOSITHOCTHIO UX OCYTIie-
CTBJIEHUS, T.€. KasK/ast 0cOOb COAEPKUT MHBAPUAHTHYO HH(MOPMAIHO 00
€JITHOM JIJIST TIOTTYJISTIAY SMUTEHETHYeCKOM JauamadTe. ITO He TPOTUBO-
PEUNT, KaK YK€ TOBOPHIOCH, TOMY, 4TO T€HOTHIT KasKI0il 0COOU YHUKAJIEH,
TaK KaK 110 ONPEIEJICHUIO AMUTEHETHUECKAst CUCTEMa YCTOWIUBO TIPeooie-
BaeT pa3JIMuyHOTO POjia TOMEXH He TOJIbKO BHEITHeH, HO M BHyTpeHHel cpe-
ZIBI B XOJI€ Pa3BEPTBIBAaHUS OHTOTEHETHUECKOTO Kpeosa. [loaTomy hernotun
OT/IETLHON 0c06U MOJKHO PACCMATPUBATH KAaK BEPOSTHOCTHYIO KOTIHIO 00-
1€t [I7Ts1 TOTTYJISIIY TTOJIMBAPUAHTHON SITUTEHETUYEeCKOI Mojiesin. AHATN3
MHOKECTBa 0COOCH MOy AN, TPUHAIJICKAITUX OHON 1 TOI JKe TeHepa-
I[UH, TTO3BOJISIET CTATUCTUYECKU PACCMOTPETh OCHOBHOI KOHTYP 9IUTeHe-
TUYECKOTO JIAHAIIA(TA MOYJIIAINN.

A.T. Bacuibes (2005) Ha MOJENbHBIX BIIAX MO3BOHOYHBIX U OECII03-
BOHOUYHBIX JKMBOTHBIX, & TAK)KE PACTEHWI MTOKA3aJ PEATbHOCTh CYIECTBO-
BaHWS e[UHON ITUTEeHEeTNYeCKOl crucTeMbl monysanun. Iloposxkaaemyio
ATOU CUCTEMOT 3aKOHOMEPHYIO (OTPAHUYEHHYTO ATTUTEHETHUECKUMU ITOPO-
raM¥ ) UI3MEHYNBOCTD B IPOTEKAHUY PA3BUTHSI CJIeyeT Ha3BaTh INMUTE€HETH -
yeckoll usMenunBoctbio (Bacuibes, 1988, 2005). Taxkum obpasoM, snuzene-
MUYeCKas USMEHUUBOCIb NPeOCmasanem coO0L 6ePOSIMHOCNHOE OCYUCCE-
JIeHUE UMEIOWEZ0CS 8 NPEVLAX ZPYNNOBoLL HOPMbL PEAKUUL NONYLAUUU HAOO-
Pa ycmouuusvix onmozenemuueckux (snuzenemuueckux) mpaexkmopui. Bee
TPACKTOPUY PA3BUTHS, YKIOHAIONINECS OT TJIABHOTO MYTH, MbI Oy/IeM Ha3bl-
Bathb Beseq 3a M. A IInmkuasiv (1984) abeppaHTHBIMU TPACKTOPHUSIMHU,
MOHUMAasT, 4TO GOJBIIMHCTBO U3 HUX SBJISIOTCS HOPMAJTBHBIMHU aTpuOyTaMu
peanusannuy dMUTeHeTUYeCKOTo JaHATIAdTa MOMYJISIIINT, HO MMETOIUMHI
JINTIb HU3KYIO BEPOSITHOCTD CBOETO OCYIIECTBICHIIS.

PaccmotpuM B 9100t ¢Bs3u npeaaoxennyo M.A. [IumkuHbM 06-
IIYIO CXEMY 9BOJIOIMOHHBIX MPe0OPa3OBaHUT AMTUTEHETUYECKOI CHCTEMBI,
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MTOCKOJIBKY ATO BAXKHO /I JJaTbHeTero uanoxenus (puc. 4.3). CorracHo
€T0 CXeMe, TIPU U3MEHEHUN YCJIOBUN MOKET HaOTI0IaThCsT IECTaOMIH3aIIHsT
Pa3BUTHSA, M OCHOBHOM €ro Ty Th — Kpeos, (N,), XapaKTepHbIN A HOPMaJib-
HBIX UCXOHBIX YCIOBUI, MOXKET OKa3aThcsd Hea(PHEKTUBHBIM. DTO MPUBeE-
JIET K TOMY, UYTO BOSHUKHET Beep BO3MOKHBIX aOePPaHTHBIX TTyTel pa3Bu-
THSI, U3 KOTOPBIX Oy/IeT BEIOPAH U B XOJI€ €CTECTBEHHOTO 0TOOpa yriyOieH
(«Hakaran») HOBbI Kpeon (N, ), KOTOPbIii IPUBEAET K MHOMY (PEHOTHIIN-
YeCcKOMY peleHnio. BaskHo moguepkuyTh, uto 1mo Teopuu M.A. Illumknna
«HAKaThIBaHME» HOBOTO KPeo/a OJHOBPEMEHHO IIPUBOMT K 0011eil redop-
Malll¥ STUTEeHETHYECKON CUCTEMBI ¥ TIOPOKIAET, C OJIHON CTOPOHBI, BO3-
MOSKHOCTD TIOSIBJICHUSI HOBIIECTB (HOBBIX CYOKPEOI0B WK Je(hOpMallii
CTaphIX), a ¢ IPYroit — HeoOPATUMOCTD ¥ MTOCTYIIATEIbHBII XapaKTep 9BO-
JIOIMOHHBIX TIEPECTPOEK.

— Kpeop
--- Cy6kpeogpl OsoniouvoHHas aedopmauna
3MUreHeTNYEeCKo CUCTEMBI

N1 » N2

Puc. 4.3. Cxema 380110UUOHHDIX NPEOOPA30BAHUT INULZEHEMUUECKOL CUCTNEMDbI
(no: M.A. Hluwxun (1988), ¢ usmenenuamu). loscnenus cm. 6 mexcme

Takum 06pa3zoM, MOXKHO C/IeJIaTh BBIBO/L O TOM, YTO Pa3HbIe MOIYJIsI-
I[UU BUJA B CUJIY YHUKAJTBbHOCTU UX UCTOPUYECKOTO B3AUMOJEHCTBU C
KOHKPETHON JIOKATbHON 9KOTOTMUYECKOi 00CTaHOBKON GY/IyT aMUTeHeTH-
yecku pa3andHbiMu. CMeKHBIE, COCEHUE, TOMYIAIUN 6yayT obranarh
CXOZTHBIM, HO BCET/Ia HE TOXK/IECTBEHHBIM ITUTEHETUYECKIM JIAHAIA(PTOM.
ITU TIPeNCTaBIEHNS TO3BOJISIOT TOBOPUTH O BO3MOXKHOCTU CTAHOBJIEHUS
TECHO CBSI3AHHBIX JIPYT C IPYTOM 0COOBIX 06JaCTel HCCTeIOBAHUN — TOTTY-
JISIIMOHHON (DeHOTEHETUKH U MO ISIIIOHHON MEPOHOMUU, KOTOPBIE OTIH-
parorcst Ha siBieHUe (eHOTeHEeTHYECKO M3MEHUYNBOCTHY, MMEIOIIEl arure-
HeTnyeckyio npupoay (cm. i 1).

[TonynsammonHas peHoreHeTHKA HalleJieHa Ha CPAaBHUTEIbHOE U3yde-
HUE BHYTPUIOITYJISIIMOHHBIX TIPOTIECCOB PA3BUTHS, aHAINU3 dITUTEHETUIeC-
KO U peam3alMOHHBIX KOMIIOHEHT (DeHOTEeHEeTHYECKO N3MEHUMBOCTH,
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mpeacKa3anue PeaKux PeHOKOMITO3UIINIL, TIOUCK BHYTPUITOYJIAIIHOHHBIX
CTPYKTYPHO-(DYHKIIMOHAABHBIX rpyIin — 6uotutos (Bacuibes, 2005),
oteHky crabuibHocTr passutus (Zakharov, 1992; 3axapos, Kinapk, 1993),
pertieHust mpodIeM 9BOMOIIMOHHON 9KOJIOTHH, & TAKKE 3a/1a4 IOy JISTIIHOH-
HOI1 sKosI0orUK 1 GuomonuTopunra (Bacuibes, Bacunbesa, 2009).

[MonmyasiimoHHAs MEPOHOMUST, KaK Oy/IeT MOKa3aHO B [ajbHENIIEM,
HarleJieHa Ha U3yYeHre IMUTeHeTHIeCKON quBepreHun GopM pasHoTo paH-
ra: OT MOJBUJIOB JI0 HA/IBU/IOBBIX TAKCOHOB, BBISBJIEHUE CTeNeHn (huIoreHe-
TUYECKUX CBSI3e U IMUTeHETUIECKON MTPOBEPKU (PUITOTEHETUIECKUX TUIIO-
Te3, U3yUYeHre IBOTIONMOHHON POJIU MAPAJIIETU3MOB 1 CTAHOBJIEHUST MOP-
(hosIOTUYECKUX «HOBIIECTBY, PEIIEHNE IBOTIOIUOHHO-ITTUTE€HETUYECKIX
npobJieM TOMOJIOTUN U MAaKPOIBOJIOLKUK. B ocHOBe 000MX HalpaBaeHUI
JIeKAT SMUTEHETHYECKUE CUCTEMHbBIE TIPOIECCHl MOP(OTeHe3a U CpaBHU-
TeJIbHOE BHYTPHU- 1 MEKBUIOBOE M3yUeHIEe MPOIECCOB PA3BUTUSI HA TOITY-
JISIMOHHOM (TPYIITIOBOM ) YPOBHE, T.€. TPYIIIIOBON aHAJIN3 BHYTPUUHIUBHU-
AyaJbHON M3MEHYNBOCTH MOP(HOTEHETUIECKON PeaTn3aiii TOMOJIOT Y-
HBIX AaHTUMEPHDBIX 1 METAMEPHBIX MOPGhOIOTHIeCKUX CTPYKTYP. KioueBbi-
MU 00BEKTaMU B 9TOM CJIydae, Kak 1 B (PeHETHKe, SIBJSIOTCST (DeHbI TOMOJIO-
TUYHBIX HEMETPUUYECKUX TIPU3HAKOB U MX KOMOMHATHBHBIE coueTanust ((de-
HOKOMITO3HUIIUN ), 0 KOTOPBIX PEYb MOMIET B CJAEAYIONEM pasaese. B main-
HeIeM MbI HEOZHOKPATHO Oy/IeM BO3BPAIIAThCs K TIPOGIeMaM IOy JISTIH-
OHHOI (heHOTEHEeTUKHU 1 MEPOHOMUHM U OoJiee MOAPOOHO PACCMOTPUM UX
METO/IbI U TIPUKJIQIHBIE BOBMOMKHOCTH.

4.5. IOPOI'OBbIE HEMETPUYECKMUE IITPI3HAKU,
@DEHDBI 1 UX KOMIIO3UITNN

[Tpencrasasier unrepec yreepsxaeane M.A. [umkuna (1984), Bo
MHOTOM co3ByuHOe MbicjisiMm T1. Osibepua (Alberch, 1980), o Tom, uro pas-
BUTHE MPEACTABIISIET COOO0I CUCTEMY ¢ OTPAaHUYEHHBIM BEIOOPOM BO3MOIK-
HBIX PE3YJIbTATOB U YTO BCE OHU UMEIOT OJIHY U TY K€ OCHOBY — KOJIMYe-
CTBEHHbBIE TIOPOTOBbIE HAPYIIEHUST HOPMAJIHHON KOOPAMHAIIUY MIPOIECCOB
OHTOTEHE3A.

B ar0ii cBsi3u cHavasa KOPOTKO OCTAHOBUMCST HA BaXKHBIX [IJIsI HAIIETO
JaIbHENTIero 06Cy KICHNST PE3yIbraTtax 9KCIePUMEHTATbHBIX HCCIIEIOBAHNU-
six 1o (peHorenetrre Drosophila melanogaster, monyuennsix B.JI. Acraypo-
BbIM B cepeute 20-X To10B 1pornioro seka B abopatopun C.C. Yerepu-
koBa. OOBEKTOM HCCIIeI0BaHMsI OBLIA PellecCUBHast MyTalus tetraptera c
HETIOJTHBIM MPOSIBJIEHUEM, KOTOPAsT 3aTPAaruBajia Pa3BUTHe TaITePOB (KYK-
JKaJIell), B HOpMe MPEJICTABJISIIONINX COO0U PYAUMEHTBI BTOPOU Maphl KPBLITb-
€B. Y MyTaHTHBIX MYX Ha MeCTe JKysK/KaJell Pa3BUBAIACh BTOPAS Mapa KpPbl-
JIBEB, OJTHAKO MPH 3TOM ObLJI OY€Hb BBICOK MPOIEHT 0COGE ¢ aCHMMeTpHIY-
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HBIM BBIpaskeHueM Tpu3Haka. CTaTUCTUUECKUT aHATIM3 MaTeprasa MpuBes
B.JI. AcraypoBa K yOeKIEHWUIO O TIOJTHON HE3aBUCHMOCTH Pa3BUTHSI MyTaHT-
HOTO MTPU3HAKA HA JIEBOIT 1 TIPaBO CTOPOHAX TeJIa 0COOHU, HECMOTPST Ha HJICH-
TUYHOCTDb TCHOTHIIA U COBIIa/ICHNE yCJIOBI/Iﬁ BHeIITHEeN Cpelibl, B KOTOPbBIX
MIPOUCXOAUIO UX pa3BuTHe. Ha OCHOBE 9THX MaTepuasioB, TOMOJTHEHHBIX
HCCJIEIOBAHUEM JIPYTUX OUIaTEePAbHO MPOSIBISTIONUXCS MYTAIHI Y IPO30-
(I)I/UH)I " N3y4eHNEM TOMOANHAMUYHBIX OPTraHOB y MHOTOIIETUHKOBBIX Y€P-
Beii, a TaKksKe MOCe TIATETbHOTO aHAJIN3A JINTEPATyPhl OH MPHIIEJT K BBIBOLY
(Acraypos, 1974), 4To U3MEHYMBOCTH Pa3BUTHUsI He OOYCTOBIEHA TOJIHKO
pasHOOGPasueM FeHOTHIA U CPEIbL. JIJIst TOMOTUIIMYHBIX CTPYKTYP, B YaCTHO-
CTH JIJIA aHTUMEPHDBIX, BCET/Ia MOYKHO O6Hapy>KI/ITb «cnyqaf/’lHon NU3MEHYN-
BOCTDH PA3BUTUA», HE 3aBUCAIIYIO HU OT T€HOTHUIIA, HU OT BHEIITHEN cpennl,
TaK Ha3blBaeMbIi «Pa3BUTUUHLIN LIyM».

[Tpuuwny aroit usmenunBoctu B.JI. AcTaypoB BUaes B KOJIeOAHUSIX
MWKPOYCJOBUY BHYTPEHHEN CPe/bl B IOKATbHO-OTPAHUUEHHBIX yuyacTKax
CUCTEMBI Pa3BUBAIOIIErOcs OpranuaMa. B pesysbraTe mporiece (heHoTHTIITUEC-
KOIi peasn3anuy CTPYKTYP MOKET UATH TT0-Pa3HOMY Ha Pa3HbIX CTOPOHAX
TeJa OIHOM U TOW ke ocobu. B cirydasx, Kor/ia JJIst TPOSIBJIEHS CTPYKTYPhI
HEOOXONMO JOCTHKEHIE HEKOTOPBIX TIOPOTOBBIX 3HAYEHUIT, MOKET HAOJT0-
AaTbCA albTePHATUBHAA USMEHYNBOCTD: C OIIHOI';I CTOPOHBI TIPU3HAK ITPOABUT-
cs1, ¢ apyroit — Het. OGOCHOBAHNE HE3ABUCUMOCTH ITPOSIBJICHISI TPU3HAKOB
Ha JIEBOW U TPABOIl CTOPOHAX TeJIa MO3BOJISIET st GUIATEePaTbHBIX MPU3HA-
KOB C TIOPOTOBBIM MEXaHU3MOM TTPOSIBIIEHUSI 8 KAUeCmee eOUHULbL Yuema u3-
MEHYUBOCTNU PACCMATPUBATD He 0C00b B TIEJIOM, d €€ NOJOBUHY.

JIpyroii BaskHbIi (heHOMEH, KOTOPBIi cie/yeT 0co60 OIYEePKHY T —
TIOPOTOBBIN XapakTep MPOSIBICHUSA GUIATEPATBHBIX U MEMATbHBIX JUCK-
peTHBIX MOpPGhOCTPYKTYP. B 9T0i1 CBSI3M BHOBH HATOMHUM, YTO aHTJINHCKUE
reHeruku (Griineberg, 1950, 1963; Searle, 1954a, 6; Truslove, 1961) B 50-
60-x rogax XX B. 9KCIEPUMEHTAIbHO 000CHOBAJIM [IPECTaBAEHIE O HOPO-
206vix npusnaxax (threshold characters) u siBjeHIM SIUTEHETUYECKOTO 110~
mumopdusma (Berry, Searle, 1963). O6¢y M JTUITb OCHOBHBIE UTOTH KC-
CJIeZIOBAaHU.

Cy1iecTByeT MHOKECTBO aTbTEPHATUBHO BAPHUPYIONINX HEMETPHYeC-
KUX TTPU3HAKOB, KOTOPBIE HA CAMOM JIeJie UMEIOT CKPBITYIO KOJTUYECTBEH-
HYIO OCHOBY BapbupoBaHus. B Xoze pa3BUTHs Ha MX CTAHOBJIEHUE W Baphb-
WPOBAHNE HAKJIAIBIBAIOTCS SMUTEHETUIECKIE TOPOTOBBIE OTPAaHUYEHUS.
[Ipn mocTrKeHNM KPUTHUIECKOH (TTOPOTOBON ) BETUYNHBI TAKOW KOJIUe-
CTBEHHBIH TPU3HAK MOKET BECTHU ce0sT KaK KaUeCTBEHHBIM, T.€. TIPOSIBUThHCSI
i He mposiBUThes B (herotune (Griineberg, 1955).

B monorpadpun «ITatosnorus passutusi» [. Iprorebepr IPUBOIUT TIPH-
Mmep, onucanubiii Tardoprom (Danforth, 1958 tur. mo: Griineberg, 1963),
KOTr/a mocJjie 00paboTKU UIIPUTOM B KOJIOHUH JJaOOPATOPHBIX MBIIIEH T10-
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SIBUJIUCH 0COOU, UMEIOTIHE JOTIOTHUTEIBHYIO MTapy Pe3IoB — MPU3HAK, Xa-
PaKTEPHBIH IS IPYTOTO OTPSIIa MIEKOMUTAIONUX — 3al11e00PA3HBIX
(Lagomorpha). 9Tu «CBEPXKOMJIEKTHBIE> 3YObI IEMOHCTPUPOBAJIH ACHM-
METPUYHOCTD TIPOSIBJICHUS W CHJIbHYIO BaprabebHOCTh 1Mo pasmepam. He-
CMOTPS Ha SIBHO HACJEICTBEHHYIO MIPUPOY 3TOTO PeHOMEHA, XapaKTep
HACJeJ0BAHUS MPENCTABISICS OUeHD CJIOXKHBIM U HE TIPEICKa3yeMbIM.
Bb1o BbICKa3aHO MPEoosKeHNe O TOPOTOBOI MPUPOJIE ITOH U3MEHUNBO-
CTH: B T€X CJIy4YasiX, KOTJa 3a4aTKOBBIN 2JIEMEHT («3MaJjieBbIil OPTaH» ) J10-
MTOJTHUTEJIBHOTO Pe3Iia He IOCTUTAN OTIPeIeIEHHOI TTOPOTOBOI BEJNIUHDI,
3y6 BOOOIIIE HE PA3BUBAJICS.

I. Tprore6epr MpOaHATM3UPOBAT TAKKe MPOTUBOIOJIOKHBII TIPUMED —
OTCYTCTBUSI MOCJIEIHETO B PSILY TPETHETO MEUHOTO 3y0a Kak B BEPXHEH, Tak
U B HUKHEH 4esII0CTH HEKOTOPbIX MHOpeAHbIX JuHuit Mus musculus, xors
HaJIMYUe TPeX KOPEHHBIX 3y00B B Ka)K[OW MOJIOBUHE BePXHEH 1 HUKHE
YeJfoCcTeil ABASETCS TAKCOHOMUYECKUM TIPU3HAKOM HaJlceMelcTBa
Muroidea. o siBieHUE PEAYKIIUU TOCTEAHUX 3yO0B OBLIO 0OHAPYKEHO
umM (Griineberg, 1951) u ero kosneramu (Searle, 1954 6; Deol, Truslove,
1957) nmapasiiesibHO B TpeX WHOPEAHBIX JIUHUSIX, HO C PA3JIMYHON YaCTOTOM:
B smanu CBA — 17.9%; A — 2.3%; C57 BL — 0.1% (Griineberg, 1963). As-
TOP THIATEJbHO U3Yy4UJI MOp(l)OMeTpI/I‘{eCKI/Ie JTaHHDbIC 110 U3MEHUYUNUBOCTU
pasMepoB 3y0OB B 3TUX TPEX JIMHUSX, BKIIOUAs PE3YJIBTATHI MEKTMHEITHBIX
CKPEIUBaHWI U OIEeHKY BJAUSHUSA (HU3UOJOTTIECKOTO COCTOSTHUS MaTe-
PUHCKOTO OpraHu3Ma, U IPUIIEST K BBIBOLY, 4TO a(hheKT oTcyTcTBUs 3yOa
SIBJISIETCST PE3YJIBTaTOM cpabaThIBAHUSI TOPOTOBOTO MeXaHU3Ma. ITO OBLIO
Ha 9MOPHUOJOTHYECKOM MaTepuase moaTsepxaeHo Ipoasom (Grewal,
1962), KoTOpBIi TTOKA3aJ, YTO Pa3BUTHE TPETHUX MOJISIPOB OPENeIeTC
pasMepaMi 3MaJIeBOTO OpraHa 3yba Ha olpe/ieJeHHON KPUTHYECKO cTaum
pasButus — 4—5-i 1eHb TOCyIe POKIeHMs. B ciaydasx, Korma K 9ToMy Bpe-
MEHHM PasMepbl 3a4aTKa He JOCTUralOT HeOOXOLMMOM TOPOrOBOI BEJIMUUHDI,
OH TIPETEPIIEBAET PETPECCUBHOE PA3BUTHE.

s curyanuit mpepsIBUCTOTO (heHOTUTTNYECKOTO BhIPAKEHUS TIPU-
3HaKa, BO3HUKAIOIIETO KaK Pe3YJIbTaT «d9KCTPEMyMa HEIPEPLIBHOTO paciipe-
JIEJIEHUST»>, T.e. UMEIOIIETO «IOJIMTEHHYO TIPUPOY>», [proHebepr BBE OHSI-
TUe K6A3u-Henpepovienvix sapuayuil — quasi-continuous (Griineberg,
1952a), ccpinasich Ha TEPMUH <«KBa3HW-HENPEPHIBHOE HACJIEIOBAHKEY, HC-
N0JIb30BaHHbIN panee Chioasiom PaiiToM 1y onmcanus XxapakTepa HacJie-
JOBAaHU NOJUIAKTUINN Y MOPCKUX CBUHOK. DTH JAHHBIE CTAIU KIACCU-
YECKUM TIPUMEPOM 06OCHOBAHMUSI TTOPOTOBO MPUPOIBI TAK HA3HIBAEMBIX
HEMEeTPUYECKUX BapUAIUil B CTPOEHNU CKeJleTa MIEKOMUTAIONINX, YUCIIO
KOTODPBIX B HACTOSIIIIEEe BPEMsI MHOTOKPATHO BO3POCJIO.

[IposiBuBIINICH B (hDeHOTHUIIE, TOPOTOBBIIN MPU3HAK BapbUPYET KaK
OOBIYHBIN KOJUUECTBEHHBIH MpuaHak. Ecau B iporiecce sMOPUOHATIBHOI
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3aKJIQJIKU CTPYKTYPHI ee pasMep He LOCTUT OIIpeieIeHHOTO TOPOTOBOTO
YPOBHsI, TO MPU3HAK BOOOIIE HE MPOSIBUTCS B (PEHOTHIIE, XOTST HACTE-
CTBEHHO €T0 TOSIBJIEHUE IOCTATOYHO JKECTKO JeTepMUHUpoBano. Hamm
onbitel (Bacuibesa u ap., 1988) 1o peskoii pasbasaHcpOBKe MATEPUHCKON
JINETHI, TPOBe/leHHbIe Ha MbImax Juaun CBA, TpuBoanIn K CUIbHOMY
YMEHBIIEHWIO Pa3MePOB TeJia TOTOMKOB, YTO COTTPOBOKIATOCH TPEXKPAT-
HBIM yBEJWUECHUEM 9KCIIPECCUH 3TOM aHOMAIUU: JacToTa (heHa — OTCyT-
CTBUE TPETHETO MEUHOTO 3yOa BospacTtana — ¢ 2—3% B korTpose 10 9—10%
B aKcTepuMeHTaIbHOM rpynme. M.A. BacuibeBoil Ha 3HAUUTETLHOM MaTe-
puase 1o noseskam Alticola 6uiia obHapysKeHa 0c00b, ¥ KOTOPOU TaKiKe
OTCYTCTBOBAJ TPETUH MEUHDBIH 3y6. XOPOIIO N3BECTHO MOSIBIEHIE Y Y€T0-
BEKa C BO3PACTOM TaK HA3bIBAEMOTO «3y0a MYAPOCTU», KOTOPBII TOKE sIB-
JIgeTCS TUMUYHBIM TPUMEPOM TIOPOTOBOTO MTPU3HAKA.

Hapsiny ¢ reneTnueckoil 1 cpeloBOi KOMIIOHEHTAMU U3MEHUYNBOCTH
I. Tpronebepr, kKak u B.JI. AcTaypoB, yKa3blBaeT HA «OCTATOUHYIO» KOMITO-
HEHTY, KOTOPYIO Ha3bIBAET «CaAyYaiiHON m3MeHunBOCTHIO» (chance
variation). K aToMy BBIBO/Iy OH IPUXOUT HAa TOM OCHOBAHUH, UTO IPU3HA-
KU YaCTO MPOSBISIOTCS aCUMMETPUYHO HA CTOPOHAX OJIHOM M TOH JKe 0COo-
6u. VayueHune KOPPEISIIIUI MeKIy TPU3HAKAMU HE BBISIBUJIO 3HAYUMBIX
TecHbIX cBsizeil meskay Humu (Truslove, 1961). ABropckoe o0bsicHeHME
9TOro (pakTa COCTOUT B TOM, YTO ITU MPUSHAKU HPENCTABIAIOT COOOH pe-
3YJIBTATBI «KpaliHero mpejiesia 1eficTBUS TeHeTUYEeCKOi IeTepMUHAIMN> U B
0YeHb GOJIBINOI CTEMEHHU 3aBUCAT OT CJAyYaifHOCTEH pasBUTHS. ACHMMET-
pUYHOE BBIPAsKeHME TPU3HAKOB CBA3BIBACTCS C TEM, YTO OJlHA U3 CTOPOH
Tesla MOKeT B CBOeM pasBUTUH olepexats Apyryio (Deol, Truslove, 1957).

Beaen sa H.B. Tumodeesbiv-Pecosckum, A.B. SI6aokosbiv 1 H.B.
[noroseim (1973) MbI Ha3bIBaEM TaKKe IUCKPETHBIE AIbTEPHATUBHBIE CTPYK-
TypHbIe Bapyalll HeMETPUYECKUX TPU3HAKOB geramu. VIMeHHO acuMMeT-
pPUYHBIE U CUMMETPUYHBIE CUTYaIllK IPOsIBJIeHUS (DEHOB Ha Pa3HbIX CTOPO-
Hax Tejia W ObLI 06HAPYKEHBI HA JIMHEIHBIX MBIIIAX aHTIHHCKUM IeHeTH-
koM . TproreGeprom Tpy U3y4eHUH AUCKPETHBIX CTPYKTYP CKEJIETa.

[TockosbKy XapaKkTepHBLIMU CBOHCTBaMHU, KOTOPBIE TTIO3BOJIIOT OTHECTH
JAHHYIO Bapyalllio HEeMETPUYECKOTO TPU3HAKA K KaTeTOPUH (eH, ABIAI0TCS
JMCKPETHOCTD ¥ NOPO20GOCHIL €TO CTPYKTYPHOTO TIPOSIBIICHUS, TO JJist GUia-
TepaJIbHBIX TPU3HAKOB ITPOCTBIM 1 HAJIESKHBIM KPUTEPUEM BblesieHus deHa
SABJISIETCS OOGHAPY/KEHUE ACHMMETPUYHBIX OUIATEPATBHBIX KOMITO3UIIUIT TPH-
3HAKA ¥ HATUYKE YETHIPEX TUIMTHYHBIX OMIaTepPaTbHbIX COYCTAHUN AHTHMED-
HOIT MOpdocTPYKTYpbI. IlogcHIM, 4TO eciu KoAnpoBaTh PogBJICHIE [TPU-
3HAKa 3HAKOM «+», a OTCYTCTBUE — 3HAKOM «—», TO JIJIsI THINYHBIX (heHOB
GuraTepaibHble KOMITO3UITK GY/IyT TPECTaBICHB HAGOPOM COYECTaHUTT B
MPOSIBJIEHUM TIPU3HAKA HA PA3HBIX CTOPOHAX TeJa: «+/+», «+/—», «—/+» 1
«—/—».Ilpumepamu (heHOB GHIIATEPATBHBIX HEMETPUIECKUX MTPU3HAKOB MO-
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TYT CJIYKUTD BapUalliu B IIPOABJIEHUN CTPYKTYPbI PUCYHKA ITUTMEHTUPOBAH-
HocTH Tesa (puc. 4.4), CTPYKTYPHBIX 3JIEeMEHTOB CKeJleTa, B YaCTHOCTH OTPO-
CTKY MO3BOHKOB (pHC. 4.5), 1 APyTUX CTPYKTYp. B ciryuae, korma den obyc-
JIOBJIEH TIPOSIBJIEHNEM B (heHOTUTIE HeOMIaTtepaabHO (MeAnaTbHOMN, YHUTAD-
HOW) IUCKPETHOI CTPYKTYPBI, TO KPUTEPUEM €TI0 OOHAPYKEHUSI SIBJISIETCSI
KOJTMYeCTBeHHAsI IPUPO/Ia BAPbUPOBAHNS, HA KOTOPYIO HAKJIAIBIBAIOTCS T10-
poroBbie orparryeHus. [IpuMep Takoro «MeanaabHOTO» (heHa — POSIBJICHNE
Yy MHOTHX BUJIOB TIOJIEBOK M XOMSIKOB HETTAPHOTO METMATBHOTO OTBEPCTUS Ha
BEHTPAJIbHON CTOPOHE OCHOBHOI KJIMHOBUIHON KOCTH. Y yacTu 0cobel (hen
HE BBIPAKEH, a TPU €0 HAJIMYUN OTBEPCTUEC KOJTUIYECTBEHHO BapbUPYET OT
Kpaiffe MaJIbIX /10 OTHOCUTETBHO OONBIMTIX PA3MePOB.

gan

Histriophoca fasciata

Puc. 4.4. Bunamepanvnvie KoMNO3uUUUU NPosieleHUs pena — nieuesoi noiocvl —
8 NUZMEHTHOM PUCYHKe WKYPbL NOLOCAMO20 MiofeHsl, uiu kpviramku Histriophoca
Jasciata, svissaenmvie no pucynxam us monozpaguu E.M. Cobonrescrozo (1988)

Puc. 4.5. Bapuayus 6 cmpoenuu nsmozo u wecmozo no3eonKos y 6enonoz020
xomsuka Peromyscus maniculatus (no: Berry, Searle, 1963).

Denvi: 1 — pedyKyus nuiCHez0 OMPOCMKA NAMOLO NO3BOHKA; 2 — PeOYKUU HUICHEZ0
OmMpOCmKa Wecmozo NO36OHKA; 3 — 0OMCYMCEMEUE MPANCEEPCATLLHOZO OMBEPCMUSL Y WECTNO20
N0360HKA, UMO YACMO KOPPEIUPYEM ¢ PeOyKyUetl COOMBEEmMCMEYIOWez0 HUNCHE20 OMPOCMKA.
IIpedcmasnenvr meopemuuecku 803MOIACHLIE U Pearvivie (NOMEUEHbL YUePHIMU KEAOPAMAMU)

Gunamepanvivie KOMROULUU PEHOG COOMBEMCMBYIOUUX CIPYKMYP
namozo — (C V) u wecmoeo — (C VI) nozeonxos
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Ha ueperie MIEKOTTUTAIONIUX MOKET OBITh OOHAPYIKEHO JIOBOJIHHO
MHOTO HEMETPUUYECKUX TTPU3HAKOB, 1 TIOPOTOBAST «KBa3M-HETPEPbIBHAS»
W3MEHUYUBOCTH TTPUBOJUT K TTPOSBICHWIO MHOTUX JECATKOB IUCKPETHBIX
BapuaIuii CTpyKTyp — (heHOB. ITU CTPYKTYPHBIE abeppariui He XaOTHIHEI
U TIPY OTIPEIEJIEHHOM OIBITE U HaBBIKE PabOThI «JIETKO» y3HatoTcss. OHU
MOTYT OBITH MPEACTABIECHBI PA3INYHBIMI BAPHAISIMI YHCJIA U PACTIONOKE-
HUS OTBEPCTUI JITTST IPOXOKACHUS OTIPEIEICHHBIX KDOBEHOCHBIX COCYIOB 1
HEPBOB, HAJTMYNEM WJIU BBITTA/IEHUEM OMPE/IeIEHHBIX KOCTHBIX CTPYKTYDP,
BPOKJIEHHBIMU CPACTAHUSIMU KOCTEH, TOTIOTHUTETbHBIMI TTAPHBIMU U He-
MApHBIMUA KOCTHBIMH CTPYKTypaMu (HampuMep, KOCTb MHKOB Y YeJIOBEKa),
[IPOSIBJICHUEM U He MPOsIBJIeHneM 3y060B U MHOTUMU ApyruMu (puc. 4.6).

57 58 59 ‘60

Puc. 4.6. Cxema pasmewsenus: henos HeMempuueckux nopozosvlx NPU3HAK0s uepena
aucuupt Vulpes vulpes (no: Bacunves u op., 2004).
1-66 — nomepa ¢heinos

OnuH 1 TOT K€ TOPOTrOBbBIi IIPU3HAK B XO/I€ KOJMYECTBEHHOTO Baph-
WPOBAHNS MOXKET UMETh HECKOJIBKO YCTOMUMBBIX COCTOSHUH, TTOPOTOBBIX
YPOBHEH, TpU MPEoI0TeHNN KOTOPBIX OH KaueCTBEHHO U3MeHsieTcs. bosb-
MUHCTBO TaKUX MOP(HOJOTUYECKH XOPOIIO PA3JIUUYUMBbIX U JIUCKPETHBIX
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YCTOUYMBBIX COCTOSTHUN TTOPOTOBBIX TTPU3HAKOB Ha MPAKTHUKE paccMaTpu-
BatoTCs Kak (peHbl. /lelicTBUTENbHO, eCTh BCE OCHOBAHUS TIOHUMATD (DeH Kax
ycmotiuugoe cocmosinue (MOOAIbHOCTY) NOPO2OBOZO HEMEMPUUECKO20 NPU-
snaxa (Bacuabes, 1988, 1996). CiaenyeT MOAUEPKHYTH, UTO K TAKOMY K€ B
[[eJIOM OTIpejieJieHU0 (heHa, HO UCXOs U3 IPYTUX cOOOpakeHUl, paHee
npumien M.B. Muna (1986).

MecTormnosokeHre aMUTeHeTHYEeCKUX TTOPOTOB Ha HEKOoeH KoJsmde-
CTBEHHOI TIIKaJIe BAPhUPOBAHUS MTPU3HAKA JJOCTATOUHO KECTKO COXPAHSIET-
Cs B €IMHON TIO0 TPOUCXOKAECHUIO TPYTIIIUPOBKE, HO PA3TMUACTCS B PA3HBIX
rpynmnax (JIMHUAX, TOMyisannsax ). IMeHHO Ha 9TOM OCHOBaH, KaK MBI €T0
nasbiBaeM (Bacumbes u sip., 2000), meTos o1ieHKN «(heHeTUIeCKUX [UCTaH-
> 0 KOMIJIEKCY HEMETPUUECKHUX TTOPOTOBBIX TTPU3HAKOB, KOTOPBIH
MPOKO ncTob3oBasics beppu (Berry, 1963, 1964, 1986) u ero mocienosa-
TensaMu. B Hamel KHUTe 3TOT METO[ ABJSETCS KJIOYEBBIM U YHUBEPCATIb-
HBIM TIPU TTPOBE/ICHUH (DeHETUIECKOTO aHATN3a MOTTYJISIINH, BHYTPUBUJIO-
BBIX (hOPM, BUJIOB U HAJIBUIOBBIX TAKCOHOB.

Heobxoaumo pazinyars (GeHbl 1 UX KOMITO3UITHH. JJOBOIbHO 9acTo Ha
MPaKTUKE TTyTAIOT UCTUHHBIE (DEHBI — YCTOMUNBBIC COCTOSHUS MTPU3HAKA 1
KOMTIO3UIIMHU — KaK coueTanus (heHOB Pa3HbIX MMPU3HAKOB. KoMmosummm
(heHOB TpeIcTaBASAIOT COO0# AMCKPETHOCTH BTOPOTO TOpsiika. Hampumep,
MOP(MOTHUTT PUCYHKA KEBATETBHOM TTOBEPXHOCTH TEYHOTO 3y0a MOJIEBOK OI1-
peZlessieTcst MHOTUME XapaKTepPUCTUKAMM, BAKHEHIITMMU 13 KOTOPBIX CUNTA-
I0TCSI CKJIATYAaTOCTh OYKKATBHOM 1 IHHTBATBHOM CTOPOH, YHCIIO U PACTIONO-
JKeHUe 3aMKHYTBIX TTpocTpancTB (bosbirakos u ap., 1980). Kaskaerit Takoi
NPU3HAK (XapaKTePUCTUKA) MOXKET UMETh HECKOJIBKO JIMCKPETHBIX BapUAIIUil
— (beHoB, a X coueTanue HopMUPYeT MOPGOTHIT PUCYHKA JKEBATEIBHOI TT0-
BEPXHOCTH 3y6a. ITOT MOPHOTHIT yiKke OYIET MPEACTABIATH COO0i TUCKPET-
HOCTb BTOPOTO TIOPsI/IKa. MHOTHE CJIOXKHbBIE CTPYKTYPBI, KOTOPbIE BBITJISISAT
KaK KauyeCTBEHHbIE BAaPUAHTHI (MOP(dBI), HA CAMOM [leJie MOTYT HE UMETh
BHYTPEHHEH 11eJIOCTHOCTH, a SIBJITIOTCST «<MO3aMKOI» HEe3aBICUMO BapbUPYIO-
muxX HEeHOB COCTABJISIONNX MX TPU3HAKOB. HekoTopble KOMITO3UIIIH, OTHA-
KO, MOTYT 06JI/IaTh YCTONYMBBIMU COYCTAHUSMU (DEHOB PA3HBIX TIPU3HAKOB,
CKOPPEJIUPOBAHHO TIPOSIBJISITHCS B UX OTIPEIETIEHHOI apaHKUPOBKE U BIIOJTHE
MOTYT PacCMaTPUBAThCS B KauecTBe aHasora (ena. BoaMoskHO, 4TO MIMEHHO
TaKUM YCTOIHYUBBIM KOMIIO3UIIISM (DEHOB COOTBETCTBYET TEPMIH «MOPdas,
a coyeTaHue CBOMCTB (hOPMUPYETCst Kak 0COOBI Ty Th PA3BUTHUA, WM «<MOP-
(o3». [loaTomy aHAIN3 COUETAHHBIX KOMITO3UIIHIT (DeHOB Pa3HBIX HEMETPH-
YeCKUX NMPU3HAKOB ((heHOKOMIO3UIUI) — «MOP(DO30B» — MO3BOJISIET 00HA-
PY/KUTB B TIOIYJISAIMH PEATN30BAHHBIE ATTBTePHATUBHBIE ITYTU Pa3BUTHS, OT-
pasKarolre CTPYKTYPY ee aITUTeHeTHIeCKOro JauamadTa (CM. BBIIIE).

Knaccuduxkanus ctpyKTypHBIX (DEHOB TIOKA ellle TOJIbKO HaMeYaeTcCs,
TI0TOMY MOSKHO TIPEITIOAKUTD JIMIITH camMyto 06Iyio ee cxemy. Derbr Gp1BaIOT
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NOOJNCUMENbHbIE, KOT/IA TOOABJISIETCS TA U WHAST ONIPEeJICHHAST TICKPET-
Has CTPYKTYPa, U Ompuyamenvhvle, KOra CTPYKTypa He 3aKIaIbIBAETCS Ha
TOM MECTe, T/l B HOPM€ TaKoBas uMeeTcs. B oTHOMEHWN CBA3HOCTH (DEeHbI
OBIBAIOT KOHBIOHKMUBHBIE T OUsBHOHKMUGHbIe. KOHBIOHKTUBHBIE (DEHBI OTpa-
JKAIOT CMSHUE YacTell (CTPYKTYPHBIX 2JIEMEHTOB), HATpUMep (DeHOM SBIIS-
€TCsl CIMSTHUE KOCTHBIX 9JIEMEHTOB B OJTHO T[eJI0€ — YACTh WJIN CIUSTHUE OT-
BepCTUH B OHO. JIU3BIOHKTUBHBIE (DEHBI IPECTABJSIOT COOOH caydan
Pa3bEIMHEH NS TIEJIOTO CTPYKTYPHOTO 3JIEMEHTA Ha OT/ICJIbHBIC YaCTH, HATIPH-
Mep yIBOCHUE OTBEPCTU, YAIBOCHUE KOCTHBIX 3JIEMEHTOB, pasfieieHue KOC-
TH TITBOM, YMHOKEHUE 2JIEMEHTOB. VIMEIOTCS TaKIKe nepcucmenmuvle i Umn-
auxkamusnvle penbl. [lepcuctenTHbIE (DEeHBI — HE TIPEATIOIATAIOT MHOTOCTY-
MIEHYATOTO PA3BETBICHUS CTPYKTYP. MImkaTuBHbIe (heHbl (hOPMUPYIOTCS
KaK BTOPUYHBIE CTPYKTYPHBIE 9JIEMEHTBI, HATPUMED TOCTIe 00pa3oBaHuUst
KOCTHOTO CTOJIOMKA HAa HeM (hopMUpPYyeTCst GOKOBast KOCTHas OaJika.

B 3aBepiierne otMeTHM, 9TO (PeHETUIECKIH aHATN3 B TPAIUITMOHHOM
MMOHVMAHUU SIBJISETCS PEAYKITMOHUCTCKUM MTOIXO/IOM, HAI[eIEHHBIM Ha pac-
CMOTpeHUNE OTACJIbHBIX TUCKPETHBIX 3JIEMEHTAPHDBIX BapI/Ia]_H/HL/,I TIPU3HAKOB
— (beroB, Mo yacToTam KOTOPBIX B 70-¢ rozpl XX B. IpeIpUHUMATACH TT0-
MIBITKA KOCBEHHO OTICHUTH TEHETUUYECKUE PATUIUS MEKIY MOTYISITUIMI
(Tumodeen-Pecosckuii n zip., 1973). Ilocse TOro KaK MBI BBISCHUJIHU, YTO
mposiByieHre (HeHOB 00YCIOBIEHO SMUTEHETHIECKUMU TIOPOTOBBIMI OTPa-
HUYCHUSIMM, a UX YaCTOTa XapaKTepPU3yeT B MEePBYIO 0Uepe/ib 0COOEHHOCTH
PeryJIsITOPHOM AIIUTEHEeTHYECKON CHCTEeMBI M OpraHu3ain Mopgorenesa B
KOHKPETHOH MOTYJIAINN, TPAKTOBKA BBISBJISAEMBIX PA3JUYUN CTAHOBUTCS
HecKoIbKo MHOM. [To yacToram heHoB — yCTONYMBLIX COCTOSIHUI TTOPOTO-
BBIX HEMETPUYECKUX IPU3HAKOB, MJIM X UHUBUYAJIbHBIM COUCTAHUSAM —
eneTnyeckM KOMITO3UIIUAM, CTAHOBUTCS BO3MOKHBIM KOCBEHHO OIEHU-
BaTh 0OCOGEHHOCTH MOPOTOBOW OPTAHU3AIMK U CTPYKTYPbI ATIUTEHETHYEC-
KOU CUCTEMBbI IOy,

4.6. OCOBEHHOCTHU HYMEPUYECKOI1, POCCUINCKOM
U AHIJIMMCKOM BETBEI1I ®EHETUKU

[TockoabKy HapsAy € POCCUIICKON BETBBIO (DEHETUKU B MUPE CYIIIe-
CTBOBAJIU U CYIIECTBYIOT IPyTHe OMHOUMEHHbBIE OHOJIOTHUECKIE HATIPaBJIe-
HUS, CJIelyeT BEPHYTHCS K BOTIPOCY O TOM: T/Ie, KOT/Ia M KaK OHA BO3HWKJIA
1 yemy TiocBsniena? OTBET Ha BOIIPOC O BpPEMEHU U MecTe TosiBjeHus ¢e-
HETUKHU JJAJIEKO HE MPOCT, TAK KaK TOJBKO B OTEUECTBEHHON GHOJIOTHYECKOTT
HayKe TTPE/ICTABJIEHBI JIBA COBEPIIEHHO HE CBSA3aHHBIX JIPYT C IPYTOM Ha-
MIpaBJIeHUS TIOJl OZIHUM W Te€M Ke HazBaHneM «(heHeTnkas. B MupoBoit Ha-
yKe TaKUX HallPaBJIEHWI, KOTOPbIE 110 TIPABY MOTYT OBITh OTHECEHBI K (heHe-
THKE, OBLITO, 110 KpallHell Mepe, TPH. YCJIOBHO OTPEIETIM 9TH HATIPABJICHUST
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KaK «HyMepHuyYecKast», «aHTJTUHCKasT» U «POCCUNCKasty» JUHUN (DEHETUKU.
Haunem ¢ Hymepudeckoii (heHEeTUKN — BTOPOTO HAIIPABJICHUS, €CJIU YIUThI-
BaTh BpeMs ero mogBieHns. OHO Tak W HA3bIBAJOCh — «(heHeTuKa»
(phenetics) u pecTaBsiio co6oit IPUKIALHYIO 00J1aCTh CUCTEMATHKH. B
HACTOsIII[ee BPEMsI UIMEHHO 9Ta 06J1acTh B GOJIBITHHCTBE TAKCOHOMUUECKITX
paboT coxpanseT 3a cob0il Takoe Ha3BaHMUe.

Jannoe nanpasienye peHeTuKr BO3HUKIO B 60-¢ roapl XX B., 1 ObLIO
CBsI3aHO ¢ paboTamu, Jiekanmmu B pycie «Numerical Taxonomy» — Hymepu-
YeCKOH, NJIN KOJIMYeCTBEeHHOM, TakcoHoMuu. OCHOBHbBIE UI€U, TIPUHITUITHI U
MO/IXO/IbI KOJIMIECTBEHHOI TAKCOHOMUY GBI BIIEPBBIE KOMITAKTHO M3JI0KE-
uol B kaUTe T. CHnta 1 P. Cokana «IIpuHIHITE HyMepruJecKoil TAaKCOHOMUH»>
(«Principles of Numerical Taxonomys ), usgantoii 8 1963 r. B CIITA, a 3atem
pacimpeHHoi u epensaantoii B 1973 1. mox apyrum HazBanmneM — «Hyme-
pudeckas TakCOHOMUS. [IpUHITUTIBI U TPAKTUKA HyMepUIecKol Kiaaccudu-
kanuu» («Numerical taxonomy. The principles and practice of numerical
classification») (Sneath, Sokal, 1963; Sokal, Sneath, 1973).

B nacTosiee BpeMs 3T METOJIbI, BKIIOUass MHOTOMEPHBIH CTaTUCTH-
YeCKUI aHaJIN3, SIBJISIFOTCS HOPMOH TIPAKTHUECKH JTI0OOTO COBPEMEHHOTO TaK-
COHOMUYECKOTO MCCJIE0BAHSL. B IpakTHKe MO0OHBIX MCCAEIOBAHIIT O0Tb-
MITTHCTBA COBPEMEHHBIX CHCTEMATUKOB U TOMYJISIIHOHNCTOB, KaK ysKe TOBO-
PHIIOCH, GUTYPUPYIOT TepMUHBI «peHeTrkas (phenetics) u peHeTnueckmii
aHaJIN3, [0 KOTOPHIMU OOBIYHO MOAPasyMeBaeTcss MOpMOMeTpIUECKast Xa-
PaKTEPUCTHUKA TOTO WM MHOTO TAKCOHA, YACTO OCHOBAHHASI HA METOIaX MHO-
roMepHOU cTaTucTUKU. HecMOTpst Ha TO, YTO B HAIIK JTHU CUCTEMATUKA U
(bustoreHeTrKa Bee MIMPe OMMUPAIOTCA HA METOIbI MOJIEKYJISIPHON GHOJIOTHH,
MOJIEKYJIIPHON TEHETUKU U ITUTOTeHETUKHU, BEIYIITUMHI METO/IaMH TaKCOHO-
MUYECKOTO aHAJIM3a MO-TIPEKHEMY OCTAIOTCST MOP(OJIOTHYECKHE, T.€. U3yye-
Hite (PeHOTUITNYECKOrO PasHO0Opasys U MOUCK (DEHOTUITMIECKIX MAPKEPOB,
HanGoJiee YCTOMYNBO XapaKTePU3YIOIINX JAHHBINA TAKCOH.

P. Coxan u @. CHUT BBOAAT B 00MXOJ CUCTEMATUKOB OllePAIOHAIb-
uble Takconommuueckue exunuil — OTE (OTU — operational taxonomic
unit) — ajleMeHTapHble eIMHUITBI KIaccudukanun. Besen 3a atum . Maiip
(1968, 1974) u MHOTHeE €ro mocjaegoBaTesn BBOAAT «beHoHbl» (phenon),
T.€. TPYIIBI (BBIOOPKHU) OAHOPOAHBIX 10 IPOUCXOKIEHUIO U CXOAHBIX B
(beHOTUIINYECKOM OTHOLIEHUH 0CO0eil, KnaccupuKalysg KOTOPBIX TTI03BOJIs-
€T OTHOCUTD UX K T€M WJIM UHBIM TakcoHam (taxon). OpHako Hymepuyec-
Kasl TAKCOHOMUSI He IIPUBA3aHa K KAKOMY-JI1U00 HepapXmyecKoMy YPOBHIO
OpraHusanuy BUAa, U GOJNBIIMHCTBO €€ METOJ0B YCIEIHO MOTYT IIPUMe-
HAThC Ha Jo0oM us Hux. B kauectse equnnn kinaccudukanuu (OTE)
MOTYT OBITh B3AThI U 0COOM, U MOMYJIAIUU, 1 Ja)ke BICIINE TAKCOHbBI. B
ATOM OTHOIIEHUH METO/bl HyMEPUUECKON TAKCOHOMUU SIBJISTIOTCST TIPOCTO
MeToaMu (HOPMATbHON KIaccupuKaium.



176 A.l. Bacumves, U.A. Bacunvesa. TOMOJIOTHYECKAA HUBMEHYUBOCTD ...

B HacTosiee BpeMs HCCTETOBATENH JAJIEKO He BCETIa CTPOTO CIEYIOT
U3HAYATLHOMY (heHeTUIeCKOMY (POPMATH3MY HYMEPUIECKUX TAKCOHOMUC-
TOB, HO aKTHBHO MIPUMEHSIOT B CBOEH TPAKTHUECKON paboTe CTaTUCTUYECKUE
MeTo/bl Kinaccudukaimu. Hymeprdeckast TAKCOHOMUS B TIPUIOKEHUH K 9BO-
JIOTIMOHUCTUKE, ECJTU TAK HA3bIBATH HAYKM, OPHEHTUPOBAHHBIE HA U3yUEHUE
mpoitecca GUOTOTHIECKON DBOJIOIIUH, U TOMYJISIHOHHON GUOJOTHI MaJio
OTJINYAETCST OT 0COOOTO HATIPABJIEHHS, KOTOPOE, MO-BUANMOMY, C(hOPpMUPOBa-
JIOCh UMEHHO B POCCUHCKON HayKe — MOMyJISIMOHHON Mopdosorun. [Tpax-
TUYECKHU OJHOBPEMEHHO U MAPAJLJIENBHO O CYIIHOCTH 9TOTO HATIPABJIEHUN
MO JIATIMOHHBIX MOP(hOJOTTYECKUX U MOP(HODUBNOTOTHUECKIX UCCIeI0BA-
Huit Harcan B cBoux paborax C.C. IIsapir u A.B. A6sokoB. TTozaHee A.B.
S16,10KOB BechMa yIauHO HAa3BaJI 9TO HATIPaBJICHUE TOTYJISITHOHHAST MOP(O-
JIOTHUS, KOTOPAs C €r0 TOUKU 3PEHUS BXOANT KaK COCTaBHAs 4acTh B cepy
MOMYJISIIIMOHHO-OroTornyeckux Hayk (161008, 1987).

Ecam He cyXaThb 3a/1aull HyMepU4YeCKON TaKCOHOMUM [0 PeIeHus
KOHKPETHBIX TAKCOHOMUYECKUX TIPOOJIEM, a UCIIOJIb30BATh HAKOTLICHHBIIT
€10 MeTOIMYECKUIT apCceHal, TO Ha MPAKTUKE CTAHOBUTCS TPYAHO TTPOBECTH
YETKYTO TPaHb MEXKIY Hell 1 COBPEMEHHOH MOMYJISIIMOHHON MOpdoIoTnei.
B pycae nmonyasammmoHHOT MOP(MOJIOTHH JIEKUT PellieHre KaK THITUIHbBIX
TAKCOHOMUYECKUX U 9BOIOIUOHHBIX 33/1a4, TAK U IPUMEHEHEe, HATIPUMEP,
MeToza MOPGhOGU3UOTOTHIECKIX UHAMKATOPOB JJIsI PElieHus TPobJiem
IBOJIIOIMOHHON 1 Tomyigiinonnoit akosornu (IIBapi u ap., 1968).

B nocieiime roibl B MEUPOBOI «ITOMYJISIIIMOHHON MOPhOI0THN» BCe
6oJTbIliee MPUMEHEHNE HAXO/IAT METOBI TEOMETPUYECKON MOPPOMETpHUH
(Rohlf, 1990, 1999; Bookstein, 1991; ITapaunos, 2000; [Tasiunos, Muke-
muna, 2002; Zelditch et al., 2004). ITpenmyiecTBo 1 GypHOE Pa3BUTHE HTO-
rO HATIPABJIEHUS B [TOCJEHIE TOBI 0OYCIOBIEHBI TEM, YTO TEOMETPUYEC-
Kast MOP(HOMETPHUS TaeT BO3MOKHOCT M30ABJATHCS OT BAUSHUS OOIIUX
pa3MepoB 06BEKTOB U CPABHUBATH HE TOJBKO MX (HOPMY, HO U 3aKOHOMEP-
HOCTH ee TPYIITOBON U3MEHYMBOCTH. [|aHHBIH 1TOAX0 OCHOBAH Ha MHOTO-
MEPHOM CPaBHUTETHHOM aHAIN3€e M3MEHYMBOCTH (DOPMBI 3apanee onudpo-
BAHHBIX M300pakeHuii GUONOrMYECKUX 00hEKTOB.

OTcio/a MOJKHO 3aKJII0YUTH, UTO HGOJIBINAST 4aCTh HYMEPUUECKO
TAKCOHOMUHU, TTOMYJISIUOHHON MOPGhOJIOTUN U TeoMeTpudecKoit Mopdo-
METPUU OCHOBAHA HA METO/IaX TOIMYJISAIMOHHOTO (TPYIIOBOTO) aHAIN3a
U CTATUCTMYECKUX METO/aX UCCIe/IoBaHNUs. B To jke BpeMs B mpejiesiax
ATUX HAMPABJIEHU CYIIECTBYIOT MOAXO/bI, KOTOPBIE HEJNb3sI OTHECTU K
MOMYJASIUOHHON MOPGHOJOTHN KaK MO0 06bEeKTaM UCCIEIOBAHMA, TaK U
no MeTozaMm. OTHAKO BCe ATU HAPaBIeHUS MOP(HOTIOTHYECKUX UCCIEI0-
BaHUIT CBSI3aHBI C U3yUYEHUEM PE3YJIbTaTOB MOpdOreHe3a, B 0CHOBE KOTO-
poro JyiexxaT heHOreHeTHUeCKUe TPOIIEeCChI, MPUBOIINE K GOPMHUPOBA-
HUIO T€X WU UHBIX (EHOTUIIOB.
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Poccutickast BeTBb (heneTnku cBsg3ana ¢ umeHamu H.B. Tumodeena-
Pecosckoro u A.B. d60koBa (1973), KOTOpbIE IPEIOKUIN UCIIOIb30BATH
MEJIKHE JUCKPETHDBIE dJIEMEHTAPHDBIE Bapralli OTAE/JIbHBIX ITPU3HAKOB, UJIN
(benpl, B KauecTBe KOCBEHHBIX MAPKEPOB TEHOTUITHYECKOTO COCTABA TIOMY-
ssruu 6e3 MPOBEJIEHUsI CIIEIMATbHBIX UCCIEIOBAaHUN «XapaKTepa UX Ha-
CIICIOBAHUS>.

Hauunas ¢ nuonepubix pabor H.B. Tumodeena-Pecosckoro, A.B.
sI6nokosa u H.B. Imorosa, o ¢eHEeTHKOI B Halllel cTpaHe OHUMAJIOCh
ocoboe HaydHOE HallpaBJIeHHUE, JIEKAIIee OUTH CTPOTO B PYCJIe MOMYJISIH-
OHHOU TEHETUKU U CBSI3aHHOE C PACIPOCTPAHEHHEM F€HETHUECKUX MOIX0-
0B U MIPUHIIUITIOB HAa BU/IbI, HETIOCPE/ICTBEHHOE TEHETUYCCKOE N3yU€HUE
KOTOPBIX 3aTPyAHEHO NIn HeBO3MOXKHO (Tumodees-PecoBckuii u ap.,
1973). Meromosorueit perernru, kak ykassisaau A.B. d6moxos u H.U.
Jlapuna (1985, c. 5), GbLIO «BBISIBIEHUE 1 U3YUYeHUE TUCKPETHBIX Bapha-
Uil J00OBIX TPU3HAKOB (MOPGOIOTHIECKUX, (DU3UOTOTHUECKUX U JIP.),
MapKUPYIOINX CBOUM IIPUCYTCTBUEM I'€HETUYECKUEC OCO6€HHOCTI/I Pa3HbBIX
rpyIm ocobeit BHYTPHU BUIA».

ITo o6uiemy onpenenenuio, fanaomy A.B. d6m0k0BbIM (H610K0OB,
Jlapuna, 1985, c. 6), «dbenernka Moy IANUi — 9TO MEKIUCIUILINHAPHOE
HaTIPaBJIeHNE B TIOMYJISIIIMOHHON OMOJIOTHH, CYIITHOCTHIO KOTOPOTO SIBJISIET-
Cs pactpocTpaHeHne TEHEeTUIECKUX MOAX0/I0B U MPUHITUTIOB HA (hOPMBI,
cOOCTBEHHO FeHETHYECKOE U3yUeHne KOTOPBIX 3aTPYAHEHO I HEBO3MOK-
HO». Kak yske roBOpUIOCH, OTJIINYUTETHHOI YepPTOit 9Toi TMHUM (DEHETUKN
M3HAYAIBHO OBLIO CTPEMJICHUE UCTIONB30BATh B KAUECTBE MapKEPOB TEHO-
TUMINYECKOTO COCTaBa TIOMYJISIII 9JIeMEeHTapHbIE AMCKPETHbIE BApUAIIUT
PU3HAKOB — (DEHBI.

«@eny» — 9TO KJIIOYEBOE MOHATHE (PEHETUKH MOTYJISIUI, TO3TOMY
BaJKHO TIPUBECTH TIEPBOE IMITPIYECKOE OTpefiesienne, nannoe emy A.B.
sl6noxosbim u H.U. Jlapunoii (d610koB, Jlapuna, 1985, c. 6): «@Denbl —
9TO IMCKPETHBIE, AJIBTEPHATHBHBIE BAPUAIINN KAKOTO-TO MPU3HAKA WU
CBOIICTBA, KOTOPbIE Ha BeeM MMeroteMcst (00s3aTeTbHO MHOTOUMCIEHHOM )
Marepuase gajuee HeleauMbl 6e3 motepu kadecTBa. DeHbl 0TPaskatoT reHo-
TUMTHYECKYTO0 KOHCTUTYIIUIO OCOOM, a YaCTOTa UX BCTPEYAEMOCTH — FEHETH-
dyecKkre 0COGEHHOCTH TPYTIBI 0cobeii». TakuM 06pasoM, MPeANoIaratoch,
YTO €CJIM TEeHBI B TOW WJIM UHOU CTETIeHU IeTePMIUHUPYIOT IPU3HAKK (DeHO-
TUTIA, TO MOKHO HAWTH MeJbYaiiliye AMCKPETHbIE BAPUAIIUU TPU3HAKOB,
KOTODBIE /lajiee KaueCTBEHHO YiKe He MOPas/esistioTcsl (He PeLyIupyIoTcs)
faxke Ha OYeHb GOJBIOM MaTepuae, MPUOIMKAIOIEMCST K TeHePATbHOI
cosokynHocTr (Tumodees-Pecosekuii u ap., 1973; A6a0x08, 1980).

B cooTBeTCcTBUY ¢ 3aMBICJIOM OCHOBaTE el (HhEHETHKHU TI0 ¢cBOeoOpa-
310 YacTOT (P€HOB, KOTOPbIE, B IAHHOM CJIy4ae PAacCCMATPUBAJINCH B Kade-
CTBE KOCBEHHBIX ¥ TIPSIMBIX MapKepPOB TeHOTHITIYECKOTO COCTABA TTOMYJIsI-
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[IUH, MOKHO OBLJIO B OOIIMX YePTaX CYAUTHh O TEHETHUECKOM CBOEOOPasHH
CPaBHUBAEMBIX TPYNTUPOBOK. HeoHOKPATHO MOAYEPKUBAIOCH, YTO TIPE-
METOM M3Yy4YCHUA q)eHeTI/IKI/I HOHy]IH]_II/HL/,I SABJISIETCA «BHYTPUBUAOBAA U3~
MEHYHUBOCTB, TOBOMMAS B KOHETHOM UTOTE JI0 PACCMOTPEHUS ... (PEHOB», a
METOAbI 3aKJ/JI0YaJINCh B BbIABJICHNU 1 NCIIOJIbB30BAHUN (I)GHOB Tipu n3yde-
HUW TPUPOHBIX TPYNTIUPOBOK, OMTMPASICh HA KAYeCTBEHHBIN 1 KOJIn4e-
CTBEHHBIN aHAJIN3 <X Pa3HO0Opasust, KOHI[CHTPAIIUU 1 AUHAMUKH> (S10-
J0K0B, JlapuHa, 1985).

ABTOpPBI POCCUICKOTO HaTTpaBieHNs (PeHETUKU OCHOBBIBATUCH Ha
GOJTBIIIOM YHCJIe TPUMEPOB U3 TEHOTEOTpa(UK PACTEHIIT U JKHBOTHBIX, TI0-
JIYIEHHBIX MOMYJIAITUOHHBIMU T€HETUKAMU Ha JUKUX MOMYJIAINUAX U CEJIEK-
IIMOHEepaMM Ha COPTax KyJBTYPHBIX pacTeHnil. B kauecTBe mpruMepoB OHI
WCITOJTb30BAIN ¥ HEOJHOKPATHO ITUTUPOBAJN MCCIEIOBAHNS aHTIUHCKIX
renetnkoB 50—60-x rogos mkousr I. Tpionebepra.

PaGoTbl aHTJIMHCKOI IKOJIbI TeHETUKOB Mbl OTHOCUM K IEPBOii 110
BPEeMeHH BO3HUKHOBEHUS aHTJINNCKON JUHNY (PEHETHKH, XOTsI JJaHHOE Ha-
MpaBJieHNE UCCTEIOBAHNI HUKOT/IA TaK He Ha3bIBAJIOCh, OJTHAKO TIO CYTIe-
CTBY ¥ HAIIPaBJIEHHOCTU OY€Hb OJU3KO K POCCUIICKOI (heHeTrke. AHTIINI-
CKHE TEHETUKHN TIPOBEJIN Ha JIMHENHDBIX MBINIAX MHOKECTBO CIICIIAJIbHBIX
I/ICCJIGI[OBH,HI/II';I AVNCKPETHDBIX BapI/IaHI/IIL/,I TaK HAa3bIBAEMbIX HEMETPUYECKUX
moporoBbix pusHakos ckesera (Griineberg, 1950, 1952a, 6, 1963, 1964;
Truslove, 1961; Grewal, 1962). O60061mas 5ToT UK uccaegoBanuii, Ipio-
nebepr (Griineberg, 1963) mpeanooKuI, 4TO MEJIKUE IUCKPETHBIE Bapua-
IIMU B CTPOEHNM cKesieTa (mMinor variants) MOTYT KOCBEHHO MapKUPOBaTh
TeHETUYECKYTO CIeMU(UKY TOMyIATINI MIEKOMUTAIONINX, TaK KaK MX Yac-
TOTBI KOPPEJIUPYIOT C KPYITHBIMU MYTallUsIMKU B Pa3HbIX JUHUAX. [[oaToMy
CpaBHUBaA YaCTOTBHI BCTPEUYAEMOCTU IMTOPOTOBBIX HEMETPUYECKUX ITPU3HA-
KOB, MOKHO KOCBEHHO OIICHUTDH BEJINYNHY TCHETUIECCKUX paSJII/I‘{I/HL/,I MEXKIY
TIPUPOTHBIMU TTOMYJIATIUAMU. O‘{eBI/IIIHO, 9TO B TAaKOM BapuaHTE pOCCHﬁC-
Kasl U aHTJINNCKAs TUHUN (DEHETUKU OKA3bIBAIOTCS MTOUTH TOKIECTBEHHDI-
mu. Ecsiu He 6path B pacueT TEOPETHIECKON TOA0MIEKH 000UX HATIpaBJie-
HUI, TO OHU MIPEICTABISIOT COOO0M 1 (PEHOMEHOJIOTHUECKH, U 110 HHTEPITPE-
Tl PE3yJIBTaTOB MpaKkTudecku oauo u 1o ke (Bacuibes, 2005).

OrpomMHbBII BKJIAJ B TIOMYJISIPU3AIIIIO aHTTUHCKON Bepcuu «(peHeTn-
KI1» B MUPOBBIX UCCJEIOBAHUSX BHECIU PAbGOTHI aHTJIHHCKOTO 3000Ta P.
Beppu u ero kosurer (Berry, 1963, 1964, 1986; Berry, Searle, 1963; Berry,
Jakobson, 1975; u ap.). OHu uccie0BaIN TPUPOHBIE TTOMYJISTIUI Pa3JIHy-
HbIX BUOB MJICKOIIUTAIOINX C UCITOJIb30BaHNEM HEMETPUYECKUX TTPU3HA-
koB ckesiera. P. Beppu u A. Cupib (Berry, Searle, 1963), 06061us moJry-
YeHHbBIEe Ha JECATKE BUJOB MJIEKOTMUTAIONINX PE3YJIbTATHI, TPEATOKUIN
Ha3bIBaTh JAMCKPETHOE MIPOSIBICHAE HEMETPUYECKUX MTPU3HAKOB CKeJeTa
«IIMMUTEHETNYCCKUM HO]II/IMOpq)I/I3MOM>>, OTUETJIUBO ITOHMUMAaA SIINTCHETU -
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YecKyTo TTPUPOY 9TOU MUCKPETHOCTU U ONMUPasCh Ha TpecTaBiaerns K.
Yopuunrrona (1964, 1970) 06 suureneTrnyeckoM JganamadTe U SIUTeHOTH -
tie. TTo3ke Mbl BHOBb BEPHEMCSI K ITPEICTABJIEHUSM YOIJIUMHTTOHA 1 00CY K-
JIEHUIO €T0 TEPMUHOJIOTHHU. BaskHO, UTO BIiepBbie 06 IMUTeHETHIECKO PH-
pojie TIPOSIBIEHUST HEMETPUIECKUX MTPU3HAKOB B (DEHOTHUTIE OBLIO CKA3aHO
umenHo B pabore P. Beppu u A. Cupaist (Berry, Searle, 1963).

Boabmioe cxoacTBO aHTTMICKON KOHIETITIUN U TIPEICTaBICHUN poc-
cuiickoit henernkn oyt moguepkusann A.B. d6mokos n H.I. Jla-
pura (1985). OnHaKo, HECMOTPSI HA UX 3HAYUTETBHYIO OOIHOCTD, AaHTJIN-
CKWiT BapuaHT GEHETUKH OTIMYAETCsT OT poccuiickoro. Ero cBoeobpasue
COCTOUT B TOM, UTO OH PACCMATPUBAETCS KaK OJUH U3 TPUKJIATHBIX METO-
JIOB TIOTYJISIIIUOHHO TeHETUKH, IPUYEM Pa3zpabOTaHHbIH TJIABHBIM 00Pa3oM
JI7IT HEMETPUYECKUX TTOPOTOBBIX TTPU3HAKOB CKeJIeTa MIEKOTTUTAIOINX,
BKJTIOUast dyesoBeka. [IonmbITOK eBponeiicKux uin aMeprnKaHCKUX YUeHBbIX
CJIeJIATD TO JK€ caMoe ¢ y4eTOM U3MEHYUBOCTH MTOPOTOBBIX HEMETPHUECKIX
TIPU3HAKOB, HO Ha APYTUX I'PyIax ;KUBOTHBIX NN paCTeHI/IfI, N3BECTHO
nemuoro (cm. 0630p Bauchau, 1988). Bropoii xapakTepHbIii IpU3HAK —
OTYETJINBOE TOHUMAHKE SMUTEHETUIECKON TPUPOJIBI HAGJIFOaeMbIX PA3JIi-
YUl B TIPOABJIECHUN YaCTOT HEMETPUYECKHUX IMTPU3HAKOB 1 CBA3Db C dIIUTCHE-
TUYECKOH KoHenimeil Youaguiarrona. Hakorel, TpeThs 0COOEHHOCTD 3aK-
JII0YaeTCs B MPEACTaBACHUHM O TIOPOTOBON U CKPBITON KOJTMIECCTBCHHON
(KBa3M-HENPEPBIBHON ) IPUPO/IE TUCKPETHBIX TIPOSIBIEHNUN HEMETPUUECKUX
MPU3HAKOB B (peHoTHIIEe. B IPAKTHYECKOM OTHONIEHUN 3TU UCCIIEIOBAHUS
OCHOBaHBI HA TOM JKe MIPUHITUIIE KOCBEHHOI TeHETUYECKON MHTEPIIPETAITTN
JIHMCKPETHBIX MOPMOJOIrNIECKUX PA3JANUMii, HO 00YCIOBIEHHBIX JIUTEHETH-
YEeCKO peryJisiiiieil B Xo/1e Pa3BUTHSI.

Poccuiickyio BeTBb (DeHETUKN OTJIMYAET MIMPOTa OXBaTa OMOJOrnIec-
KUX 0OBEKTOB — OT PacTeHUN U TpUOOB [0 KUBOTHBIX Pa3HBIX TPYIIIL, HO, K
COXKAJIEHUIO, I[P 9TOM YaCTO HEZOCTATOUHO pa3padoTaHbl KPUTEPUU 0TOO-
pa MPU3HAKOB M UX MPOSIBJICHUI, UTO IPUBOUT K HEKOTOPOU 9KJIEKTUIHO-
CTHU B psijie cpaBHeHUi. VIHOTIa OTYETIUBO MOTYJISIITAOHHO-TeHETHIECKHE
CpaBHEHHUs paccMaTpUBAlOTC Kak (peHeTndeckue, u Haobopor. CyiiecTBy-
IOIIWI TPUHITUATI TIOUCKA TUCKPETHOCTU MJIM aJIbTEPHATUBHOCTH KaK KOC-
BEHHOU METKU reHeTUYeCKOH 00yCI0BIEHHOCTH IPOSIBIEHUS BapUaluii
JaHHOTO IPU3HAKA, CKOPee BCEro, MPaBIIeH TOJbKO KaK CIoco0 BhISBIIE-
Hus (HEHOB, HO He Kak 00bsACHeHUe X IPUPOAbL. EcTh Bce ocHOBaHMUS 110-
Jlarath, YTO IUCKPETHOE TPOsIBJIEHNE (PEHOB CTPYKTYPHBIX ITPU3HAKOB CBSI-
3aHO C AMCKPETHOCTDIO PEATM3AINN aIbTePHATUBHBIX TPOTPAMM Pa3BUTHS,
UMeeT CKPBITYIO KOJUYECTBEHHYIO IIPUPOAY U 00YCIOBIEHO PACCTAHOBKOM
AMUTEHETUYECKUX TTOPOTOB. [103TOMY /11T TAKUX CTPYKTYPHBIX MOP(hOIOTH-
YeCKUX MTPU3HAKOB TPAaBUJIbHEE UCTIOJNB30BATh AHTVIMIICKUI BAPUAHT TIOHU-
MaHUS AIMUTEHETUIECKOM TTOPOTOBOM TTPUPOJIBI JUCKPETHBIX MPOSIBIEHII
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U3MEHUYMBOCTU HEMETPUUECKUX IIPUSHAKOB, HO PACIIPOCTPAHATD 9TU IIPUH-
UL 1 Ha APYTUE TPYIIDI JKUBBIX CYHMIECTB HAPAAY C MJICKOIIUTAIOITUMU,
KaK 9To JieaeT poccuiickas BeTBb peHeTukn (Bacunbes, 2005).

B gaspHelimeM MBI IOMBITAeMCS [T0KA3aTh, UTO 00beIMHSIONIEH OCHO-
BOiT 060UX HaMpaBJIeHUN (DEHETUKH, a TAaKKe MOMYJISIIIIOHHON MOPdOITO-
U 1 (DEeHOTEHETUKM sIBJIseTcs anurenetndeckas teopus (IlImanbrayses,
1937, 1946; Waddington, 1957, 1962; Alberch, 1980; IMumkun, 1984,
1988), oObsacHsOIIas TOPOXKIeHNE (PEeHETHYECKOTO PasHOOOpasust B IIUPO-
KOM CMBICJIE CJIOBA U MO3BOJISIONIAS MCIIOAB30BATh €70 KaK HHCTPYMEHT
BBISIBJIEHUSI GUOJIOTUYECKOTO Pa3HOOOpas3ys Ha CaMbIX Pa3HbBIX YPOBHSIX
OpraHu3aIum.

4.7. TIPOBJIEMA CBA3U I'EH - IIPU3HAK
N PERYPCUBHAS ITPOTPAMMA OHTOTEHE3A

DyHKINOHUPOBAHNE DIIUTEHETUYECKOI CUCTEMbBI 0COOM ¢ MOMEHTa
00pasoBaHusl 3UTOTHI 0OeCeunBaeT SIUTeHe3 — CIOKHENIINI mpoiecce
caMOCOOPKM OpraHu3Ma ¢ BO3MOKHOCTBIO OIIPENeJIeHHOr0 BhIOOpa Iy Teil
Pa3BUTHSI HA KAKJIOM €T0 MepapXu4ecKoM dTare OTHOCUTEIbHO HEe3aBUCH-
MO Ha BCEX YPOBHSIX Opranusaiiui. Takas IocTaHOBKa MPOOJIeMbI IPE/IIo-
JlaTaeT CyIiecTBOBaHUE CUTYAI[MOHHONW PEKYPCUBHOM 3MUTEHETHYECKON
IporpaMMbl Pa3BUTUA C BOSMOKHOCTBIO MHOTOYHCJIEHHBIX paSBeTBJIeHI/IIL/,I,
My Tel MPOIOIKEHUS U PETYJINPOBAHUS IIPOTEKAHUSI BCEX TIPOIIECCOB (hyH-
KIIMOHUPOBAHUSI KJIETOK.

DNHUTeHe3 B OTJANYNe OT TPehOPMUCTCKOIM MOJIeTU pa3BuTus (1pe-
(GopMusMa) ABIETCA «Pa3BUTUEM ¢ HOBOOOPA3OBaHUEM», T.€. KaxK bl
ITAIl Pa3BUTHUS CTPOUTCST CUTYAIIMOHHO, U MOSIBJISTIOTCST BCET/IA HOBBIE, A HE
3a/I0’KeHHbIe U3HAYATHHO CTPYKTYPbl. HecMOTpst Ha 9TO, MOBTOPSIEMOCTD,
UEPAPXUIHOCTD, IKBUDUHAIHLHOCTD U MPEACKA3YEMOCTD ITMUTEHEe3a MO3BO-
JITTOT PACCMATPUBATD €0 B HEKOTOPOM OTHOIIECHUY KaK PeKypCueHyio npo-
epammy oHTOTEHe3a. PeKypCUBHBIN MPUHIIUIT CO3MAHUS KOMITBIOTEPHDIX
IporpaMM THUITUYECH, HAIIpUMED, AJId TEX, KOTOPbIEe HallMCaHbl Ha A3bIKaX
TurboPascal, Cu+, Java u MHOTEX ApyTuX. B Takux mporpamMmax sapaHee
CO3/IaeTCST NePAPXUS BJIOKEHHBIX TTOATPOTPAMM, KOTOPbIe (POPMUPYIOTCST
He KaK JTUHeWHas MocaeI0BaTeIbHOCTD ACHCTBUI, a Kak 3apaHee OKuae-
Mast BOBMOKHOCTb HEKUX TIPOIEAYP, KOTOPbIE MOTYT BO3HUKHYTD TIPU OTI-
peieseHHbIX 0OCTOATENHCTBAX U CAMU OYAYT TPUINHON BKIIOYEHUST UITH
BBIKJIIOYECHUA APYTUX TTOATTPOTPAMM.

B mannowMm ciryuae mporpaMMUpPOBaHHOCTH MOPGOTeHe3a XOPOIIo COo-
rJIacyeTcst ¢ PeICTaBACHUEM O TOM, UTO JTMUTEHES, ABJISONUICS OCHO-
BOI MopdoreHesa, mpecTaBserT cOO0H UMEHHO PEKYPCUBHO (DYHKIINO-
HUPYOIIYI0, HO HEPAPXUUYECKYIO0 TPOTPAMMY Pa3BUTHS U CaMOCOOPKH, T.€.
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MIPOTPAMMUPOBAHHOCTD PA3BUTHS BOBCE HE O3HAYACT €T0 JKECTKYIO JieTep-
MUHHUPOBAHHOCTH, & JIUIIb 001[ee HATIPABJIECHNE U BO3MOKHOCTD OTITH-
MaJIbHOTO BBIOOPA «aJleKBATHBIX pelieHuit>. [Ipu GyHKITHOHUPOBAHWY
TaKUX PEKYPCUBHBIX MTPOTPAMM OKHUIACTCS «9KBUGDUHAIBHOCTH> (110 I.
Jlpurry) pesysbrata uxX paboOThI, HO 3apaHee TPYAHO MIAHUPOBATh KOHK-
PETHBIN TTyTh BKJIUEHUS U BECh HAOOP BKJIIOUAIONIMXCS U UCITOJIb3YEMbIX
noarnporpamM. CiiefyeT oJ4epKHYTh, UTO ITO TPOIECC AKTUBHOTO MTOUC-
Ka Pa3BUBAIOMMNMCS OPTAaHU3MOM MOPGHOTeHETHIECKUX KOMITPOMHUCCOB,
MO3BOJIAIONMIX CTPOUTH TAKYIO €70 KOHCTPYKIIUIO, KOTOPAs IS TAaHHBIX
ycaoBuii GyeT 6Jin3Ka K ONTUMATIBHOM. ITO M €CTh ONTUMAJIBHBIN (heHO-
THUII JIJIsT TaHHOU 0c00U, OJJHAKO OH JaJIeKO He Bcerja OyIeT ONTUMAalb-
HBIM JIJIsI TIOMYJISIITAE. B MOy Isiiuu MosKeT ObITh He OJIMH, a HECKOJIBKO
ONTUMAJBHBIX (heHoTHTOB (azanTuBHBIX HOpM 1o .M. [lImanbrayseny),
KOTOPbIe obecrevar 3a cueT cTabUIN3UPYIONEro oThopa mojiepKRaHue
COOTBETCTBYIONINX UM IUCKPETHBIX MyTel pa3Butus. bojee Toro, s 1mo-
MYJISIIIAT 3TO MOKET OBITH BBITOHO, TIOCKOJBKY MO3BOJUT KaK 9KOHOMUTh
HEIOCTAOIINE, TAK U TPATUTh H30BITOUHBIE PECYPCHI. B abHENIIEM 3TOT
BapWaHT WJIW BaPUAHTBI OCYIIECTBIEHHON TPOTpaMMBbl (eCI OHTOTEHE3
JIOCTHUT TEHEPATUBHON CTafinu, 1 0CO0b YCIENTHO YIacTBOBAIA B PA3MHO-
JKEHUN) CMOTYT OBITh 3apUKCUPOBaHbI 0T60pOM. TTocTereHHO chopmupy-
eTcst OOMIUI LISt TIOMYJISIIIUU CIIEKTP BO3MOJKHBIX MyTeil passutust (pe-
KYPCHUBHBIX TTOANPOrpaMM MopdoreHesa) ¢ OJHON UJIU HECKOJIbKUMU
aIaTITUBHBIMA HOPMAaMH.

Mud o ToM, YTO KOHKPETHBII 'eH TOPOXK/AAeT KOHKPETHBIN TTPU3HAK
B3POCJIOTO OpPTaHn3Ma, BecbMa KuBydY. OMHAKO 10 CUX 1TOP, HECMOTPS Ha
MHOTOYHMCJIEHHbIE TPUMEPDI OMPeIeIEHHOTO BIMIHUS M3MEHEHU CTPOoe-
HUS TEX WM WHBIX TEHOB Ha CTPYKTYPY ¥ (DYHKIIUIO GEITKOB, HEKOTOPbIE
CBOWCTBA KJIETOK U aske MOpGoreHes, CymecTBYET OTPOMHBII pobet B
TMOHUMAHUM CBSI3U MEXKIY FreHaMU U MOp(OreHeTUYeCKUMHU MPOIEeCCAMH,
BeAYIMUMU K (POPMUPOBAHUIO T€X WJIM UHBIX (DEHOTUITUYECKUX CTPYKTYD.
ITo cnosam U.P. ITpuroxkuna u M. Crenrepc (1986, c. 234), «..nmpobiema
GUOJIOTHYECKOTO MOPSAIKA BKIIOUAET B ceOst TIEPEXO OT MOJIEKYISIPHOI
AKTUBHOCTH K HAIMOJIEKYJIIPHOMY TOPSIIKY B KJIeTKaxX. JTta mpobaema ja-
Jieka OT cBoero pemeHust». /lanexa ona ot penienus u B Hayasie XXI B.

Briostie 04eBUIHO, YTO B 1IETOM CBSI3h MEKY TeHAMU ¥ GHOJTIOTHYEC-
KUMU CTPYKTYPaMU, BO3HUKAIONIMMHU B MTPOIIECCE MHAMBUIYATBHOTO Pa3BU-
THSI, HECOMHEHHO, CYMIECTBYET (U 3TO 0OCTOATENBCTBO BPSI JI KTO-TO OC-
MapUBAET), OJTHAKO KaK OCYIIECTBJISIETCST B3AaUMO/JIEICTBIE MEK/Y TeHaMu
(TPAHCKPUIIIIMOHHBIMU €INHUIIAMYU TEHOMA) U CJIOKHBIMU MOP(OTEHETH -
YeCKMMM TTPOIIECCAMU, & TAKKe KAaKOBa UX MPHUPO/A TT0Ka He sicHO. V3Bec-
THBIE CETOHST MOJICAU (heHOMEHOJIOTUYHDI, HATJISIHBL, YOCAUTENbHBI, HO
TIOKa He MOTYT 00BSCHUTH BO BCEH MOJHOTE TIPUPOJLY W MEPAPAXHIO JITHET-
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HBIX U HEJMHEHUHBIX cBsi3ell B Mopdorenese (Salazar-Ciudad, Jernvall,
2002; Yepmaures, 2003; Uypaes, 2005).

BeposiTHO, poJib 3TMUTEHETHYECKHUX MTPOIECCOB B MOpdoTeHese ere
MPEJICTOUT U3YYUTDH U OIEHUTH. MOKHO MOJIaraTh, YTO 3Ta POJb BEJINKA,
MOCKOJIBKY Y OJTHOU U TOI jke 0cOOU Ha PasHbIX CTOPOHAX TeJIa MOTYT OJ[HO-
BPEMEHHO U TPOABUTHCA U HE ITPOABUTHCA COOTBETCTBYIONINE aHTUMEPHDIE
MOAYJIbHbBIE CTPYKTYPbI — (l)eHbI. Bce ato mosBosiser CUUTATh, YTO I'€HbI N
MPU3HAKK CBA3aHBI BECbMa OMMOCPEJOBAHHO U, KaK MTPABUJIO, HE JKECTKO.
Cy1iecTByeT T0BOJBHO MHOTO COOOpakeHMiT U (haKTOB, TOKA3hIBAMOIINX, C
OJTHOM CTOPOHBI, OTCYTCTBHE JKECTKOM JIeTEPMUHAIINHY TCHOTUTIOM (heHOTH -
113, a ¢ JIPYTOH, PeasbHOCTb CYIIECTBOBAHMS Peryanpyfoniei (mapameTpusy-
I0I1ell) pa3BuTHe AnureHeTnyeckoil cuctemsl (Bacunnes, 2005). Pacemot-
PUM HEKOTOPBIE U3 ITUX aPIYMEHTOB.

1. @enomunuuecxkas usmenuu6ocms no NPEOCMABIEHUAM MHOZUX 2eHe-
muKkoe cyuecmsenio menvue eenomunuyecxkoi. Oenomen usBectex co Bpe-
MeH paboT YeTBEPUKOBCKOM ITKOJIBI MOCKOBCKHUX TEHETUKOB ¥, 0OCOOEHHO, U3
pabot H.B. TumodeeBa-PecoOBCKOTO 1 BBIHYIK/IAET MOTATATH, 4TO CYIIECTBY-
€T PeryJIupylonias pa3BuTHe cucteMa (3MUreHeTnIecKast cCucTeMa), He o3Bo-
JISIONTAs IPOSIBUTHCS BCEMY HACTEACTBEHHO BO3MOKHOMY B (DeHOTHUTIE.

2. B ycnosusax <«npoeokauuoniozo Qonas (IKCmpemarvio usMeHenHblx
YCA0BUIL PA3BUMUSL) NPOABAAEMCI WUPOKULL, CKPLIMDBLU 8 HOpMe chekmp (e-
HOMUNUYECKOT USMEHUUBOCU (MOOUNUSAYUOHHDLIL PE3EPE USMEHUUBOCTIL).
[lannoe siBnenne nsBectHo u3 uccyaenosanuii C.M. Teprrensona, a Takxe
OBLITO aKCTIepUMEHTaIbHO Hokazano H.B. TnotosbiM. DakTryeckn aToT
ACTIEKT BBITEKAET 13 MPEIBIAYIIETO U TAKXKe YKA3bIBAET HA PETYJISIINIO Pa3-
BUTHSI B HOPME, HO HECTIOCOOHOCTD PEryJIUPOBATh PA3BUTHE B HKCTPEMATb-
HBIX YCJIOBUSIX.

3. [lockombKy reHeTHKA YTBEPKAAET, YTO HET IBYX MOJTHOCTBIO MIEHTHY-
HBIX TeHOTHIIOB M3-32 CYIIECTBOBAHUST COMATUYECKIX MYTAIlUil, & MyTalluu —
9TO TeHeTHYeCKre u3MeHeHus ocodeit, To hopmanbao (o MLA. IIumkuny)
BCe 0COOH 0 OTHOIIEHUIO IPYT K JIPYTY, CTPOTO MCXO/SI N3 TEHETHYECKUX OTI-
PeIeIeHHIA, SIBJISTIOTCST MyTaHTHBIMU. V13 3TOTO CIIEYeT, YTO «HOPMATLHBIX> 8
2eHemuueckom ommouenul 0cobeil 6uda bvims 8006ue He Modcem, 6ce OHUL 8
2eHemuUeckom OmHoOueHuY <mymanmol>. Kaxum sce o6pasom 6 xooe paseumusi
8 NONYAAUUAX POPMUPYIOMCSL U B0CNPOUIBOOSIMNCL U3 NOKOLEHUSL 8 NOKOJIEHUE,
KaK npasuno, PeHomunuueck HOPMAaIbHbvle U CX00Hble 0c00U? ITO BO3MOKHO
TOJIBKO 32 CUET CYIIeCTBOBAHMS €IUHOI PETYIISITOPHOI SITUTEHETHIECKOH CH-
cTeMbl, 00YCTOBIUBAIONIEH MOP(HOTEHETHYECKIH MTPOTIECC, U OTCYTCTBHUS Ke-
CTKOI CBSI3M MeXKIY (DeHOTUTIOM U T€HOTHUIIOM.

4. @axm wuporoeo pacnpocmpanenus: gpenomena Gayxmyupyrowetl
acummempuu GUIAMePaIbHLIY CIMPYKMyYp cam no cebe donyckaem omcym-
cmeue Hecmroll 0emepMUHAyUL 2eHOMUNOM CMPYKMYP 8 PA3SUMUL.
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3. IIposisnenue pearusayuonnoll USMeHYUBOCMU, KOMOPAsL He CEs3ana
HU € 2eHOMUNOM, HU C YCLOBUAMU BHEWHell cpedbl, a 00YCI06LeHA, NO MHe-
nuro B.JI. Acmayposa, omxpwisuiezo amo senenue ¢ kouye 20-x 20006 XX a.,
mexanuxou pazsumus. Jlannoe gapieHue IpsAMO yKa3blBaeT Ha OTCYTCTBUE
O/IHO3HAYHOM CBSI3U MEXK/ly TeHaMU 1 AMCKPETHBIMU BapranusiMy MpU3Ha-
KOB M XOPOIIO COTIACYETCS € TTPEACTABIEHUSMHU O CYTECTBOBAHUY HTTUTE-
HETUYECKON CHCTEMBI, KOTOpas MOPOKIAAET TAKOTO PO/Ia BHYTPUUHIAMBUILY -
AIBHYTO U3MEHIUBOCTb.

6. Dayxmyupyrowas acummempus y 00HOSUUEEHIX U PASHOSAUYCEDIX
<ONUBHEUOB> NPOSABIACTNCS NPAKMULECKU HA MOM JCe CAMOM YPOBHE KOJIUYe-
CMBEHHOT OUEHKU, YO NOOMEEPICOAem He3ABUCUMOCTL PEATUSAUUOHHOT
UBMEHUUBOCTU OM 26HOMUNA U KOCBEHHO YKA3bI8AEM HA CYU,CMBOBAHUE
peyaupyiowell passumiue INUZeHemuUeckol CucmeMmol.

7. Ilonsmue <uwupoma (WUpumna) HOpMvL PeakyuiL> NoOUEPKUBaem 603-
MOJCHBLE NPEOEIbL PEYLAMOPHBIX 603MONCHOCNET INULEHETNUUECKOL CUCTe-
Ml NPU PA3eumuu mozo uiu unozo npusuaxa. CyiiectBoBanmne Moguduka-
MIMOHHOW M3MEHUYMBOCTU KaK SBJEHUS YKa3bIBA€T HA TO, YTO BO3MOKHA
CUCTEMHasl, a/IeKBaTHAsT TPEOOBAHUSIM CPEJIbI, PETYJISIIHS PA3BUTHSI C BHIOO-
POM TOTO UJIN MHOTO IIYTU PA3BUTUI.

8. deaenue enoxonuil u zenoxonuil 00KA3bl6aem nepeuvHoOCb INuze-
HeMUUeCKoU CUCeMbl PA3GUMUS, 00YCLOBAUBANUCT UX PeATUAUUN 8 (e-
Homune, 1 6MOPUUHOCL CPedbL U 2eHOMUNA 8 NPOUECCAX PELYNAUUU PACU-
musi.

9. Hanuuue npomexcymounoii (6uskoii k 50% ) acmpeuaemocmu peros
HeMEeMPUUECKUX NPUSHAKOE CKeJLeMd 6 6blCOKOUHOPEONDIX 20 MO3UZOMUSUDO-
BAHHBIX TUNUSX MULULET MATIO 00BACHUMO 6 CYUAE PeAbHOCTU MOOeLU CPAB-
HUMENbHO HCCCTNKOL 2eHemuueckoti demepmunavyuu npusnaxos. Eciau Obr
CyIIecTBOBAJA JKeCTKas JleTepMUHAINS (DeHOTUIIa TEHOTUTIOM, 3TOTO He
MOTJI0 ObI IIPOUB0ITH, U ITpeodazaionias YacTh 0cobell Beeraa mposiBsiia
ObI OHO COCTOSIHME TIPU3HAKA — OIIPEIEIeHHBIN (heH.

10. IIpu naruvuu Hecmrol c653uU 2eHa U NPUSHAKA ULU 2eHOMUNA U
penomuna croxcro obosacnumo sxcnepumermol I.X. Hlanownuxosa (1965)
10 UCKYCCMBEHHOMY (POPMUPOBAHUIO 3A 00UH CE30H <PAC> MACU NPU KYIb-
MUBUPOBAHUU HA YYHCUX PACTNEHUSX-X0351e6AX UX KIOHATLHIX NOMOMKOS.
IKCIePUMEHTBI JOKA3bIBAIOT, YTO UAET OTOOP aKTUBUPOBAHHBIX MOP(hO30B,
a He TEHOTHIIOB, TaK KaK F€HOTHUIIBI TPAKTUYECKU OJIMHAKOBBI.

11. MHozue <xopouiues ¢ mouKu 3penist NONYJIAUUOHHOU 2eHEeMUKU
MYMAUUL NPU ONPeOeseHHBIX YCAOBUAX CPEObL 8 20MOIUZOMHBIX 10 HUM CYO-
JUHUSX NOJIHOCMBIO UAU NOYMU NOJIHOCMBIO MOZYM He NPOSIBASIMbCSL 8 (heHO-
mune. C TOYKM 3peHust sMOPHOJIOTa 1/ Wiir MOp(oJioTa BblieJICHHbIE TeHe-
TUKaMU MYTallMl — 9TO, KaK MPaBUI0, MOPMO3bI, 0OBIUHO Pe3Ko Opocaio-
HMecs B ryia3a, T.e. HapymieHust MopgoreHesa, MpOosIBISIONNECS B YUCTOM
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JIUHUU T04TH pery/sapHo. OMHAKO TIPU OMPeNeTeHHBIX CPEIOBBIX YCAOBH-
SIX TaKkue MOP(O3bI B TOMO3UTOTHON YHCTON JIMHUH MOTYT TIOYTH HE TTPOSIB-
JIATHCS, KaK, HAIPUMED, U3BECTHASI MyTanus Bar mpu ornpeneseHHON TeM-
mepaType pa3BUTHUSL.

12. Ouenv manvie MOAECKYIAPHO-2eHEMUUECKUE PASIULUSL MEHCOY
ORUSKUMU BUOAMU MO2YM CONPOBONCOAMBCS UYDOBUUHDIMU PASTULUAMU 6
ux gpopme u pasmepax. Haripumep, Taxue ahGeKTbl MI3BECTHBI 715 TaJiamna-
TOCCKUX 4yepenax, 17 JJapBUHOBLIX BEIOPKOB. MOJIEKYISIPHO-TEHETUYEC-
K€ Pa3Iuyus MEKY YeJIOBEKOM U OJIMKANIINMU K HEMY BUIaMU COBPe-
MEHHBIX TOMUHU] YPE3BBIUANHO MaJIbI, TOT/Ia KaK MOPGHOTOTUIECKIE U
$usnonornueckue kpaitae Beuku. Cxozxctso ctpykryp AHK, He compo-
BOKAIONIEECsT (PEHOTUTMTMIECKUM CXOICTBOM, YKAa3bIBAET HA TO, YTO TIPU-
YUHA 3TOTO 3aKJII0YAETCS HEe B MOJIEKYJISIPHO-TEHETHYECKOHN CTPYKTYpE, a
B paboTe SMUTEHOTHUIIA, i CBUAETETHCTBYET 00 OTPOMHON POJIU PeTyJisi-
TOPHO¥ SMUTEHETUUECKOH crcTeMbl B (hopMOOOpa3oBanuy u reorpadu-
YECKOM BUZ000Pa30BaHUN.

13. Buauumenvivie MONCKYAAPHO-2eHEMUUCCKUE PASIULUSL MEAHCOY GUL-
damu-060tHUKAMU CONPOBONCOAIOMCS UX BLICOKUM (DEHOMUNUUECKUM CX00-
CMBOM.

14. Husapuanmmocms ceoticms 2e108 Npu pasivix 8apUALMAx CKpeuu -
BANULL He COXPAMUAEMCSl, A CBOUCMBA 26HO8 3ABUCAM OM UX 2eHEeMUUECK020
oKpydcenus (zenemuueckoll cpedvl).

15. C- u G-napadoxcot, omxpvimoie HedagHo MOIEKYIAPHLIMU GLUO0L02A -
MU KAK NPOSBIEHIUE KPAMHBIX PA3IUMUTL 8 YUCIE 2eHO8 U NAP HYKICOMUI08 6
2eHOMax Yy OIUSKUX 6UA08 JYKAPUON, 4 MAKICE OMCYMCMBUE Y HUX KOPPELsi-
YU Mexcoy IMUMU XAPaAKXMePUCUKAMU U CLOHCHOCLIO (DeHOMUNaA, npsmo
YKA3LI8AI0M HA OMCYMCMBUE HCECMKOU CE5A3U MEHOY 2eHAMU U NPUSHAKAMU,
UNU 2eHOMUNOM U PEHOMUNOM.

16. Henenue naacmuunocmu genomuna — Gopmuposanue 00HUM U
mem dice 2eHOmuUNnoM (26HOMOM) 8 PAHLLY YCIOBUSIX PA3GUMUSL PASHLIX (eHO-
munog (penomos) u cam Gaxm cyuecmeosanus MoOUGUKAUULL NOJHOCTBIO
npomugopeuam uoee Hecmrol OemepMUHauUY 2eHOMUNOM HeHomuna.

17. @axmol cywecmsosans. aromepHamuenozo cnialicunea u no-
mpanckpunyuornozo pedaxmuposanus mPHK — npsmvie dokasamenvcmea
Peanvrocmu cyuecmao8anis INUEHeMUUecKol CUCMeMbl U BbINOTHEHUSL €10
QYHKUUOHATLHOU PONIU <XO3AUHA> 2eHOMA.

18. 3pdexm memunuposanus /ITHK u ynxyuonuposanue na ezo ocno-
8e anuzenemuueckoll cucmemot nacaedosanus (Jablonka, Lamb, 1998, 2008),
npusodsuee K HaAcAeO08aAHUIO PEHOMUNULECKUX USMEHEHUI 63 UsMeHeHUs.
CIMPYKMYPbL 26HOMA NPSIMO CBUOCTNEIbCMBYIONM 0 BAHCHOCTNU INULEHEMUYEC-
KUX NPOYeccos 8 PYHKUUOHUPOBAHUU INUZEHOMA U PEZYIUPOBAHUU NPOUECCA
Mopgozenesa.
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19. Iennvie cemu meopemuuecku mozym cyu,ecmeosamy AUy NPU
DYHKUUOHUPOBAHUU CUCTIEMbL INULEHETRUYECKOU PeLYNAUUU UX 63AUMO0eTL-
cmeul.

20. Denomen sxeupunarviiocmu paseumus I. /[puwia — nocTKkeHne B
MIPOTIECCE PA3BUTHS OTIPEIETEHHOTO KOHEYHOTO MOP(hOIOTITIECKOTO COCTO-
SIHUST HE3aBUCHMO OT BEJTUYUHBI YKIOHEHUS COCTOSTHIS Pa3BUBAIOIIETOCS
OpraHm3Ma Ha HavaJlbHBIX CTAAMSX OHTOTEHE3a — NOJIHOCLIO NPOMUBOPE-
uum udee nocaeA08aMenvHOU 0eMEPMUHAUUL 2EHOMUNOM (eHOmUna 6 npo-
yecce unousudyaviozo paseumus (apryment cpopmysposar M.A. Tumi-
kunbiM, 2006).

ITOT CIUCOK MOKHO €IIle TIPOOJIKATD U MPOIOJIKATH, HO YIKe TIepe-
YUCJIECHHDBIX aprMeHTOB BITOJIHE JOCTATOYHO, ‘ITO6I)I HeJIHHeﬁHOCTb OTHO-
[IEHWIT MEK/Ty TeHAMU ¥ TIPU3HAKAMU cTasia oueBuHoN. OHaKo HanboJIb-
nrast mpobJieMa CBA3K I'eHa U IIPU3HAKa COCTOUT B TOM, YTO F€HOM, UCXOHO
ONIMHAKOBBIN JIJIST BCEX KJIETOK OpraHu3Ma, JOJKEH MPOSTBUTH CBOE TMapa-
MeTPU3YyIOIliee BIUsAHIE Ha MOPGhOTEHE3, KOTOPBIN OCYIIECTBIISETCS KaK
HA/IKJIETOYHBII MAKPOITPOIIECC, T.€. HA HEPAPXUUECKU O0sIee BBICOKOM YPOB-
He. Makpodenotut (heHOM), T.€. TO, UTO XapaKTepU3yeT B CTPYKTYPHOM 1
pasMepHOM OTHOIIIEHNH BECh OPTAHU3M B TIpoIiecce MopdoreHesa, ¢ To3u-
U TEHETUKY PA3BUTHS, TIPOCJIEKIBAIONIEN MOJIEKYISPHYIO OCHOBY CTa-
HoBJienus (PEHOTUIIA, B TAKOW CUTyaI[MU OYTH He Tpenckazyem. Orciona
CTAHOBUTCSI OKOHYATETHHO SICHO, UTO CBSI3b MEXK/Y TeHaMu U (heHaMU He-
METPUYECKUX NMPU3HAKOB, WU FeHOMOM 1 (hDeHOMOM, He SIBJISIETCSI CTPOTO
JINHEWTHOW W OJJHO3HAYHOM.

4.8. COBPEMEHHA{ ®EHETHKA U SJIIUTEHETUKA

3a 6ostee uem 30 seT cytiecTBOBaHUs (DEHETUKH B Halleil crpate GbLI
HaKOIIJIeH OTPOMHBIN amnupuyecknii marepuas (Tumodees-Pecosckuii,
sI6mokoB, 1973; Tumodees-Pecosekuii u ap., 1973; Boabmakos u ap.,
1980; Hosoxenos, 1980; SI6a0ko0s, 1980; A6m0Kk08B, JTapuna, 1985; 3axa-
pos, S610ko8B, 1985; Muna, 1986; 3axapos, 1987; d610ko08, 1987; Bacuiin-
eB, 1984, 1988, 2005; Maromeamupsaes, 1990; u ap.), 0HAKO [0 CUX TIOP HE
MPEKPATIATOTCS CTIOPHI O TEOPETUUECKUX OCHOBAaX (DEHETUKH, O TOM, UTO
takoe (e u Kakosa ero npupozaa. C aTuM, MO-BUAUMOMY, U CBSI3aH HEKOTO-
DB CKETICKC IO OTHOMIEHWIO K (DEHETUKE Y CIENMATNCTOB CMEKHBIX OT-
pacreit Hayku. OaN cBOAAT (DEHETUKY K PACCMOTPEHHON BBITIE MOy JIs-
IIUOHHON MOP(MOJIOTHH, YTO Ha TIPAKTUKE BBITJISIIUT KaK YIIPOIEHHOE MTPH-
JIOJKEeHVEe HYMEPUKO-TAKCOHOMUYIECKOTO TOHUMAHIS TePMITHA (DEHETHKA K
UCCIIe0BAHMIO MOy stiuii. [[pyrue cuuraior heHeTUKy HEKUM Cyppora-
TOM T'€HETUKMU, OCO6])IM, HO HE€ OY€HDb IMOJHOIEHHBIM Pa3eJIOM T'€eHETUKH,
TaK KaK CTPOTO TEHETUUYECKNE NCCAETOBAHMST MOP(hOTOTMIECKUX TPU3HAa-
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KOB TIPEIOJIaraloT 00s3aTeIbHOE TIPOBEIEHUE CIIEIIHATbHO OPTaHIM30BaH-
HBIX cKpenuBanuii. HekoTopbie, cBepyIue B KIaAUCTHKE, PACCMATPUBAIOT
(hereTHKY Kak ycTapeBIIHMIT NHTYUTUBHBIH (DUIOTEHETUUECKUH MOIXO.
MHorre KPUTUKYIOT (DEHETHKOB 32 HEJIOCTATOYHO CTPOTYIO MHTEPIIpeTa-
U0 TIOJTYYeHHBIX Pe3yIbTaTOB. ECTh, KOHEUHO, CTIpaBeInBas KPUTHKA, HO
B IJIABHOM OHa KaykeTcs HeBepHON. Kak Hesrh3s omrcarh OHTOTEHE3 TOJTBKO
MOP(HOTOTHYECKUME WU TOTBKO MOJIEKYJIIPHO-TEHETHUYECKUMU METOIAMH,
MOCKOJIBLKY €T0 TIYOUHHOE CoepsKaHie BKIIOUAET B ce0sT, TOKATYH, BCe
MHOT000pasue SIBJICHUH, TIPUCYIIUX KU3HU, TaK U (DEHETUKY, B OCHOBE KO-
TOPOI JIeJKAT SABJICHUS PA3BUTHS, HEJb3SI CBECTU TOJIHKO K MOMYJISITUOHHON
Mopdosoruu, HyMepu4ecKoi TakconoMun uian pasaeny reaeruu. Oere-
THKa UMEET «CBOE JIUI0», CBOE HATIPABJICHHUE.

B mocnennue ronpl Bee sicHee CTAaHOBUTCS, UTO (DEHETUKA OCHOBaHA
Ha TOMYJISIIMOHHOM aHAJIN3€e TIPOTIECCOB PA3BUTHS (SMUTEHE3A) U SABISACTCS
CBOEOOPA3HBIM «ITOIYJISIITHOHHBIM OKHOM» B OHTOTeHe3 1 Mopdoreres (3a-
xapos, 1987; SI6ao0kos, 1987; Bacuibes, 1988, 1996, 2005; Maromeamupsa-
eB, 1990; Zakharov, 1992). Vxest He0OOXOAUMOCTH TAKOTO «ITOMYJISTIIHOHHO-
TO» WJIW «TPYTIIIOBOTO» BUJCHUS OHTOTEHE3a OTUETJINBO yTalbIBAETCS B
nepBbix paborax mo perorenerurke H.B. Tumodeera-Pecosckoro u B.JI.
Acrayposa.

To, 4TO MMEHHO SMUTEHETUKE IPUHAJIEKUT BEAYIAast POJib B Pa3BU-
tun penetuku (Bacumbes, 1988, 1996, 2009), — ceropns yKe He TOJIOCTOB-
HOe yTBep:KIeHre. B mociennme rofipl, Kak yke FOBOPHUIOCH, YCIIEXU MOJIe-
KYJISIPHO# OUOJIOTHH TIO3BOJIMIIN YCTAHOBUTD, YTO MPEACKAZAHHBIE YOIINH-
TTOHOM 3THUTEeHETUYECKEe MEXAHU3MBI PEATHHO CYIIECTBYIOT U AKTUBHO
peryaupyior GyHKIHOHUpOBaHe renoMa u Mopdorenes (Tuabepr u ap.,
1997; Zuckerkandl, 2002; Salazar-Ciudad, Jernvall, 2004). ITokasato, 4To
STIUTEHETUYECKUE TIPOTIECCHI TIIABHBIM 06Pa30M OTMPEIEIAIOT KaHIIEPOTECHES
u sipyrue Mmopdorenerndeckne Hapyenus. O630pbl BaKHEHITIX TOCTHIKE-
HUIi B 9TOIi KpaliHe HHTePeCHOI 061aCcT COBPEMEHHON OUOIOTUHU PEryIsip-
HO TIOSIBJISTIOTCSI B TIOCJIETHUE TOJIBI KAK B HAYYHO-TOIYJIsIpHON hopme (Ba-
cunbeB u ap., 2007), Tak n B mpodeccuonanbuoii (Yepecus u ap., 2008;
Jablonka, Lamb, 2008).

XO0pOIIIo U3BECTHO, YTO HE CAMU TE€HBI B3AUMOJIEICTBYIOT IPYT C PY-
roM, a ux npoznykrsl (Konioxos,1986; Zuckerkandl, 2002). Otu «Hazarene-
TUYECKHE» B3aUMOJICHCTBYS TIPOAYKTOB pabOThl TEHOB COGCTBEHHO U HA3hI-
BatoTcst snuzeHemuueckumu. OHu 1 06ECTICUNBAIOT BECH CJIOKHENTITUH TPO-
1ecc caMocOOPKU OPraHu3Ma, T.e. «Pa3BUTHE ¢ HOBOOGPA3OBAHUEM, WJIN
anurenes, Kkak ero onpenenn emie Kacrrap @puapux Boabsd B 1764 1. Cire-
ayer n06aBUTH, UTO TAKUE M3HAYAIBHO BayKHbBIE JIJIST TCHETUKU SBJICHVS,
KaK JOMUHAHTHOCTb U PEIECCUBHOCTb, — 9TO CBOICTBA «IIPU3HAKOB», & HE
T€HOB, TOCKOJIBKY TPAHC-AJJIENN KOAUPYIOIINX TEHOB HA MOJIEKYJISIPHOM
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ypoBHE DYHKITMOHUPYIOT KogoMHAHTHO (MuTpodanos, 1977; Konoxos,
Homues, 1981). OyuximonupoBanue 1uc-auieieid n HeKOAUPYIOIINX Te-
HOB PETYJIUPYETCS TOJBKO HIUTEHETHIECKOI crucTeMoit TeHoma (CycioB u
Ip., 2004). He BbI3bIBaeT COMHEHUS U TOT (DAKT, YTO SIBJIEHUST JOMUHAHTHO-
CTH ¥ PEIIECCUBHOCTU MPU3HAKOB MAaKPO(EHOTHITA 00ECTIEUNBAIOTCS ATIUTE-
HETUUYECKUMHU MeXaHuaMaMu, TakuM 00pa3oM, HaM TIPEJCTABJIISIETCS, UTO
WMEHHO STTUTEHETUYECKUE SBJICHUS U TEOPUS STTUTEHETUKU U €CTh Ta OCHO-
Ba, HA KOTOPOII JIOJIKHBI CTPOUTHCS COBpeMeHHast (heHeTUKA U MOTYJISIH-
onHas penoreHernka (Bacumbes, 2005, 2009). ITo ompenenermio A.I. Bacu-
apeBa (2005, c. 61), «beHernka — 3TO MOMYJSIIIUOHHAS UCITUILINHA, KOTO-
past Ha MOMYJISIUOHHOM (TPYIIIOBOM ) YPOBHE MTO3BOJISIET U3yYaTh Pa3Bu-
Tre (JIBTepHATUBHBIE TIYTH PA3BUTHA) U €T BO3MOXKXHOCTD CPAaBHUTEb-
HOTO STUTEHETHYECKOTO aHAJIN3a He TOJIBKO MOMYJISAINN U BHY TPUBUIOBLIX
TaKCOHOB, HO 1 60Jiee BBICOKUX TAKCOHOMUYECKUX KaTerOPUIl B TPOCTPaH-
CTBE U B UICTOPUUYECKOM BPEMEHU>.

TTocKOJIBbKY MOCIIE TTOSABICHUS TIOCJETHUX PAOOT MOJIEKYISIPHBIX OHO-
soros (Zuckerkandl, 2002; Mure-Beuromos, 2003, 2004; Jablonka, Lamb,
2008; cM. TaksKe MaTepHasbl TJIaBBl 5) CTAIO SICHO, UTO TIPSIMOM JKECTKOM
CBSI3W MEK/y TeHaMU U MMPU3HAKaMU He CYIIECTBYET laske Ha MOJIEKYJIsp-
HOM YPOBHE, TO, OY€BU/HO, GOJIBITNHCTBO (DEHOB HE MOTYT CUUTATHCS HE-
MTOCPEJICTBEHHBIMU MapKePaMy TeHOTUITUYECKOTO COCTaBa TOMYISAINN Kak
IVICKPeTHbIe Bapualiy (eHOTUIIA C MOHO- MJIU OJIUTOT€HHOI JIeTepMITHA-
nueil. OgHako GeHbl IPeACTaBAAI0T cO60I «MapKepbl» 0COOeHHOCTeH
OPraHu3aIuu TPOTIECCA PABBUTHST — «IMUTEHE3a», T.€. MOTYT CJYKUTh Map-
KepaMu 0COOEHOCTEH STTUTEHETHYECKON crCeTeMbl IOy, [TosTomy
TIPUHIUTT MAPKUPOBAHUS HACTIEACTBEHHO OOYCIOBICHHBIX (TUTEHETHYEC-
KIX) Pa3JN4Mil PA3HbIX TOIYJISAIUI Ha OCHOBE CPABHEHUS YacTOT (heHOB,
ucxoauo npegioxkenusiii H.B. TumodeebiM-PecoseknM, A.B. S610K0BbIM
u H.B. I'morosbim (1973), HecMOTpst Ha paspylieHre OCHOBHBIX OJIOKOB
M3HAYATHHO OA3UCHOM /171t PEHETHUKU CUHTETUYECKO TEOPUN IBOJIOIUH,
OKa3bIBAETCS BIIOJTHE COBPEMEHHBIM U B I[€JIOM MTPABUIBHBIM.

B cBeTe pa3BuBaeMbIX HAMU MPECTABIEHUI O €INHON SMTUTEeHeTHYEeC-
KOl 0OCHOBE MOP(OTEHETIYECKIX ITPOIIECCOB HET CMbICJIA PA3bEAUHSTD BET-
Bu denernku. CoBpeMeHHast HeHETHKA B WUPOKOM ee NOHUMAHUYU BKITIOYA-
€T BCe YKa3aHHbIe B ATON TJIaBe HAPaBJIeH!s MOP(HOTIOTHIECKUX UCCIEI0-
BaHUIl, OMMUPAsICh HA TTUTEHETUYECKIIE MEXAHI3Mbl PA3BUTHUS U CTAHOBJIE-
Hust (peHoTHIIAa B MOpdOTeHe3e, BKIIOUAs MPOSIBIEHUST (DeHOTEHeTUIeCKOI
M3MEHYNBOCTU OUJIATEPATBHBIX 1 MeTaMepHbIX cTpyKTyp. Deneruka wmc-
MI0JIb3YET He TOJIbKO TPYNIIOBOI MHOTOMEDPHBIH aHATN3 BHY TPUITHIUBULY -
AJTPHON U3MEHYMBOCTH AMCKPETHBIX COCTOSTHUN MOP(OJIOTMYECKIX CTPYK-
TYp, T.e. 0COOEHHOCTH CTPYKTYpOTreHe3a, HO YUUTHIBAET PA3MEPOreHe3 1
dopmorenes (Kopona, Bacusbes, 2007). MuoromepHble 1OIX0/bI TTO3BOJIS-
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10T TTOJIy4aTh KOCBEHHBIE OTICHKHU dTUTeHEeTHYeCcKoi auddepennmanmm
BHYTPUBUIOBBIX (bOpM, a TaKKe SIUTeHEeTUYECKON JAVUBEPreHnmn BUJI0B 1
HaABUIOBHIX TakcoHOB (Bacumpes, 1996, 2009; Bacuawsena u ap., 2005;
Bacubesa, 2006). Takum 06pa3oM, TEXHOJIOTMYECKON OCHOBOU MCCIIeI0Ba-
HUH B 06JIACTSX TOMYJISIIIMOHHON (DeHOTEHETUKH U MOMYJISITHOHHOM Mepo-
Homun (0 YeM ToH/IeT peyb B TJIaBe 7) TO-TIPeKHEMY SBJISIETCS MeTOIndec-
KUl apceHast, CJIOKUBIIUICS B (peHETHKE B MIUPOKOM €€ TTOHUMAHWH.
[Be ¢dassr penernueckoro uccieaoBanusi. Eciu HecKoabKo mepe-
¢pasuposath Kiaccuueckoe orpesenenue B. Moranncena, To peHoTun
(erom) MOKHO paccMaTpUBaTh KaK HEKUH TUHAMUYECKUN PE3yJIbTaT Au-
reHe3a (PasBUTHS ¢ HOBOOOPA30BAHUEM ), IPOAYKT B3aUMO/ICHCTBYSI SIIUTE-
HOTHUIIA C YCJTOBUAMU PA3BUTUA OCO6I/I. B taxom monnMaHum OH OTHOCUTCS
K XapaKTEePUCTHUKE BCEX CTPYKTYP U (BYHKIUN OTIEIbHBIX 0CO0Ei, ABIIsIET-
Cs 9JIECMECHTOM OITMCaHUA I/IHI[I/IBI/IIIyaJIbHOI;)I N3MEHYMBOCTH WUJIN dJIEMEHTAaP-
HOTO, T.€. B COGCTBEHHOM CMBICJIE CJIOBA, (PEHOTUITIMUECKOTO Pa3HOOOPa3usl.
O[[HaKO O4YE€BU/THO, YTO KaK HET ABYX OAMHAKOBLIX TEHOTUIIOB, TaK B NcaJji€
HET 1 ABYX MOJTHOCTDHIO OTUHAKOBBIX (beHOTI/IHOB, BKJIIO49as1 OI[HOHﬁHeBbIX,
MapPTEHOTEHETUYECKUX W KJIOHATBHBIX «OJN3HEN0B>. [[09TOMY OHOBpE-
MEHHO YMEHbIAas MOJHOTY ONUcaHus (peHOTUMa /10 NCIOTb30BAHUS OT-
JIEJIbHBIX TIPU3HAKOB ¥ UX BapUaI[Ui, 4TO OOBIYHO 1 HaGJII0JaeTCs Ha IPaK-
THKe, ¥ TIOJHUMAsICh Ha YPOBEHD IPYIITOBOTO U MEKTPYTITIOBOTO aHAIN3a
WHVUBU/IyATbHOW U3MEHYMBOCTH, MBI TIEPEXO/IUM K (heHemuueckomy onu-
CAHUIO MOTIYJISAINHN, BBISIBJIEHUIO NX (DEHETHYECKOTO Pa3HOOOPasHsI.
Takum 06pasoM, TepMUHBI «(DEHOTUITUYECKUI» U «(DEeHETHYECKIIT»,
XOTSI Ha MTEPBBII B3TJISI] TIOUTH U CHHOHUMBI, OTPAKAIOT /[BA PA3HBIX acIeK-
Ta, IBe pasHble II0CKOCTH IIpobaeMbl. DeHoTur (HeHOM) — 5TO 1EJTOCTHOE
[IPOsIBJIEHIE BCEX CBOICTB 0CO0M, MOJHOE OIMUCaHIe KOTOPBIX IOYTH HELO0-
CTHKUMAST, WeasibHast 3aj1a4a, HO, UCTOJIb3Ysl METO/IOJIOTHIO (heHETUKH, TT0
OTNIEJTHHBIM TIPU3HAKAM U WX BaPUAIMSIM MOXKHO BOCCO3/IATh MHOTOMEPHOE
nozobue GpeHoTuIIa, BBISBUTh 00BEKTUBHO CYIIECTBYIONINE KIACChL/TUIIbI
CXOIHBIX 0c00eii B monyasunun (co6CTBEHHO ¢hernomunvt), CPaBHUTD (HEHO-
TUIIBI MEKIY COOON 1 NPUOIUBUTHCS K ONUCAHNIO (PeHOTUIINYECKOTO pas-
HOOOpasus, YTO TaKKe BO3MOMKHO TOJBKO Ha TPYIIIIOBOM YPOBHE.
Denerrka onepupyeT NpU3HAKAMU U UX BaPUAIUSIMU HA TTOTTYJISTITH-
OHHOM (TPYIIIIOBOM) YPOBHE U (haKTUUECKU ONUChIBAET (heHeTHIecKoe pas-
HOOOpasue Kak 1Mo Ka4eCTBEHHBIM, TaK 1 10 KOJTMYECTBEHHBIM TIPU3HAKAM.
CieoBaTeibHO, H3ydeHne (GeHeTHUECKOT0 PasHooOpasus eCTh PeanbHbIi
IyTh K ONUCAHUIO (DEHOTUIIMYECKOTO padHooOpasus. OGpasHo roBops, 9T0
PEeAYKLIMOHU3M Ha Cayk0e y KOMIO3UIMOHU3Ma. [IOHATHO, 4TO CUHTE3
HEeBO3MOJKEH 0e3 aHaIn3a: OICAHKe [EJOCTHOTO (PeHOTHIIA HepeaabHo 6e3
Pas3JIOKEHUST Ha AJIeMEeHTapHbIE TPU3HAKKU U UX COCTOsTHMS. Vlcxos us aTo-
r0 B (DeHETHYECKOM MCCIIEJOBAHUK MOKHO BBIIETTUTH JiBe (haswl: 1 — ananu-
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TUYeCcKy10, Koraa heHotun (heHoM) JIJIs CBOETO ONMCAHUS PEAYIIUPYETCs
JI0 COBOKYITHOCTHU OT/IEJbHBIX MTPU3HAKOB W UX COCTOSTHUIT; 2 — CHHTETHYEeC-
KYT0, KOT/Ia TIO OT/IEJIbHBIM TIPU3HAKAM JIEJIAETCS TTIOMBITKA MHOTOMEPHOTO
BOCCO3/IaHUS TIEJOCTHBIX (DeHOTUTIOB ((heHOMOB), KOTOPBIE 3aTEM I'PYITH-
PYIOTCST B KJTACChI CXOAHBIX (DEHOTHIIOB MO T€M UJIM WHBIM GHOJIOTHIECKUM
OTHOTIEHUsIM (MOP(MbI, GUOTHUIIBI, CTPYKTYPHO-(DYHKITHOHATBHBIE TPYIIITHI).

[TepBas (ananutuveckas) ¢pasa peHETUIECKOTO UCCIe[0BAHUS MO-
JKeT He 3aBepIaThesi BTOPOH. B aToM ciryuae oTAebHO B3AThIe TPU3HAKT
MHOTOCJIOWHO MapKUPYIOT pasHooGpasue (PEHOTHUIOB B MOMYJISIHSIX, U TIPH
MIPOCTPAHCTBEHHO-TEOTPaPUIECKOM aHATN3e BO3HUKAET TaK Ha3bIBaeMast
mpodJIeMa «CJIOEHOTO TIMPOTay, KOT/Ia PasHbIe MPU3HAKU «IIOMEUA0T> Pas-
HBIE COBOKYITHOCTH 0CO0€i. ITOT MPUEM aHAIN3a, HECMOTPST Ha CJI0KHOC-
TH TTPAKTUYECKOTO MCITOTH30BAHMS, IA€T HEOKUAHHO MHTEPECHBIH 9BOJIIO-
IMMOHHO-9KOJOTHUECKIH «BBIXO/[»: TTO3BOJISET BHISBJISTH TPOCTPAHCTBEH-
HBIE arPeTarui POACTBEHHBIX 0cOGel PA3HOTO YPOBHS OMOXOPOJOTHIECKOTT
nepapxun (SI60k08B u ap., 1981).

Bosspamascs Ko BTOpoit (CHHTETUYECKOH, NIM KOMIIO3UITHOHHO )
(daze peneTmueckoro uccaeJOBaHNUS — MHOTOMEPHOM PEKOHCTPYKITUU IT1€-
JIOCTHBIX (DEHOTUIIOB U UX KJacCU(pUKAIIUK 110 eCTECTBEHHBIM KJaccam
CXOJICTBA, MbI HEM30EKHO MTPUXOAUM K U3YUEHHIO (DEHOTUTTHUECKOTO Pas-
HOOOpasus, T.e. COOCTBEHHO GHOPa3HO0OPA3Ns Ha MOMYJISIIIUOHHOM YPOBHE.
Pasnoo6pasue HeHOTUIIOB YacTo 00YCI0BIEHO B MOMYJISAIMN aJbTePHATHB-
HbIMU Ty TsiMu pasButust (Bacuibes, 2005).

CooTHOLIEHHE NOHATHI <«M3MEHYUBOCTH> U <pasHoolOpasue». B
rjaBe 2 MbI yKe KOPOTKO OCTaHABJIMBAIMCh Ha JaHHOI mpobieme. Ha ae-
MEHTapHOM YPOBHE U3YUYEHUs], T.e. BHYTPH OT/JIEJTbHOU MOTYJISIIIUN, XOPOIIIO
BUIHO, YTO MOHATHE OMOJIOINYeCKOro pasnoobpasus (MHAUBUALYATbHOTO
pasHooOpasusa GeHOTUIIOB) COIMKAETCS ¢ TIOHATHEM UHIUBUILYAAbHOIL
U3MEHYMBOCTH, B CBA3H C UeM He0OXOAMMO CTPOrO PasindaTh 9TU OJIN3KHIe
MOHSITHUSI, XaPaKTEPUIYIOIHE PA3HbIE U YaCTO MPOTUBOIOJNOKHbIE ACTIEKTHI
HEOTHOPOTHOCTH OPTaHU3MOB.

Hauunag ¢ uccaegosannii 10.A. @ununyenxo B 20-e roast XX B.,
0/l UBMEHYMBOCTHIO OOBIYHO MOHUMAIOT «SIBJIEHHE HEKOTOPOTO PasInyusl
MeskIy coboii masxke 6IM3KO POACTBEHHBIX 0coOeil u rpyir ocobeii» (Du-
mmmaenko, 1978, c. 8). V3BecTHO Mosipasiesienie I3BMEHUMBOCTH, TTPEIIIO-
sxennoe 10.A. @uinnyerko, Ha U3BMEHYUBOCTH KaK TPOTIECC U KaK COCTOSI-
Hue. Mbl HaMepeHHo OyleM paccMaTpUBaTh B JAHHOM KOHTEKCTE JIUIIb
U3MEHUYUBOCTDH KaK COCTOSTHUE.

A.B. $516,10k0B TIpU XapaKTEPUCTHUKE U3MEHYMBOCTU CKJIOHSIETCS K
onpenenennio, ganaomy [Ixx. Cumrconom (1948): «nanuume paznuyauit
MeKIy 0COOSAMM B Ipejesiax CKpeluBaoeics nomyaanun» (J6710KoB,
1966, c. 9). IIpu 9TOM OH IIOAUEPKUBAET ABA BaXKHbBIX 00CTOATENbCTBA: «0-
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BOPsT 00 U3MEHYUBOCTH BHIOOPKHU WJIN TIOTYJISIIIAN B TIEJIOM, ST BE3/I€ MMEIO
B BU/Ly UI3MEHYMBOCTD TOJBKO MO KOHKPETHOMY UCCIETIOBAHHOMY TTPU3HA-
Ky» U majnee: <13 onmpesieleHNs sICHO, YTO paccMaTpuBaeMast B TAKOM IITIAHE
W3MEHUYNBOCTD ITPOSBJISIETCS He KaK CBOWCTBO OPTaHM3Ma, a KaK CBOMCTBO
WiIn XapakTtepuctuka momysaiuny (Tam xe, c. 9).

3 onpepenennii mamenunsoctr 1o A.B. SI6m0k0BY (1966) BhITEeKaeT
YeTKUI KPUTEPUH pasimueHnst COGCTBEHHO M3BMEHUYUBOCTH U OHOPa3HO06-
pasus. Hapsy co cXozcTBOM 3THX TIOHATUN KakK MOMYJISIIMOHHON XapaKTe-
PUCTUKUN MEKAY HUMU CYHIECTBYET NMPUHIIUTINAJbHAA Pa3HUIIA. Ecin ns-
MEHUYUBOCTH €CTh CBOWCTBO MOMYJISAINH, KOTOPOE aHAJU3UPYETCS TIO OT-
JeJTbHOMY TIPU3HAKY (MM, Kak 3aMedaTesbHO onpeaeana M.B. Muna
(1986): U3MEHUMBOCTD — «CIMOCOGHOCTD K U3MEHEHUsIM» |), TO GHOPasHO00-
pasue Ha MOMYJSITHOHHOM YPOBHE €CTh MTPOSIBJIEHNE PA3HOKAYECTBEHHOC-
TH TPYTIT 0cO0€l o KOMTIIIEKCY TPU3HaKkoB. [ToaTomy dheHoMeHOTOTIYEC-
KU CJIE[YET COTJIACUTHCS ¢ olpejesienrieM paznoobpasus M.B. MuHbr
(1986, c. 12): «PasHoobpasue — 9TO CBOWCTBO COBOKYIHOCTH OOBEKTOB,
CyMMapHOe BBIpaKeHUe Pa3Jnduil MeK/ly HUMH, BUINMOE TTPOSBIEHIE
N3MEHYNBOCTU». MHOI‘OMepHOCTb Ol CaHnA UHANBUAYATbHOTO q)eHOTHHa
[IPU PAacCMOTPEHNH OGMOPa3HOOOPa3 s Ha MOTYJISIIIOHHOM YPOBHE CyIIle-
CTBEHHO OTJIMYAECTCS OT OJJHOMEPHOTO aHa/M3a u3MeHunBocTu. [locrenosa-
TEJBHOCTH MHOTOMEPHOH XapaKTePUCTUKU OMOPa3HOOOPA3HsI B TIOMY IS
CBOJUTCSI K MHOTOMEPHOI OPAMHAIINN, MHOTOMEPHOI PEKOHCTPYKIIUH T1e-
JIocTHOTO (heHOTHUTIA W KITACCUDUKAIIITI WHIUBUIYYMOB TI0 €CTECTBEHHBIM
GUOJIOTHYECKIM OTHOIICHYSIM.

Ette oo passindne NOHSITHIT «<M3MEHYUBOCTD> U «PadHo0Opasnes
COCTOUT B TOM, YTO TIPU OITUCAHIY UHAMBUAYATbHOI N3MEHYMBOCTH IJIaB-
HBIH MHTEPEC COCTOUT B TIOWCKE PA3IUYMIT MEKIY OCOOSIMU MO TaHHOMY
npusHaky. Hanmpotus, npu onvcaHuu pasHoo6pasust B MOMYJISIITAN UIIET
MOWCK TPy PEHOTUTMIECCKH CXOJHBIX MEKIY COO0M 0cobeit, a yike moToM
OIEHUBAIOTCS WX TPYTINOBbIE pasinuust. CaMo cyliecTBOBanue GuopasHo-
06pasuist Ha MOMYJISIIIMOHHOM YPOBHE MPE/IIONaraeT HaJuuue B pacCMaTpH-
BA€MOM MHOJKECTBE U3y4aeMbIX 00BEKTOB HE MEHEE JABYX CXOIHBIX TIO
cBO¥CTBaM M (DYHKITHSIM TPYIIT 0c0O€it, KOTOPBIE B TO 5Ke BPEMST OTJINYAIOT-
CsI IPYT OT JIPyTa TIPU MEXKTPYIIIOBOM CpaBHEHWH. VIHbIMU CTOBaMH, aTpH-
6yTOM pazHo0Opasust SIBISIETCS COUYETAHNE BHYTPUTPYIIOBOTO CXO/CTBA
BBIJIEIEHHBIX TI0 KAKOMY-TO OCHOBaHUIO KJIACCOB 0COOEH ¢ MEKTPYTITOBbI-
MU PA3THYUSIMU 3THX KJIACCOB.

[TposiBaenue 6uopasHoo6pas3ust Ha YPOBHE MOMYJIAIUI OMITUPUICCKH
0OBIYHO UJLTIOCTPUPYETCST MHOTOYUCTEHHBIMU TPUMEPAMU Pa3TUUHBIX
niposiByieHuil moaMopduama. CyiectBoBanue «6HopasHoobpasusi» B mo-
MyJISIIIUY O3HAYaeT HAJWYKE B Hell BYX WJIH 6oJiee KIACCOB OJHOPOIHBIX
denorunos (Hanpumep, «<Mopdh» mo Dopay, «beHoHOB» B TOHUMAHUHT
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Maiipa uiau «6uoTUIoB» 1m0 MloraHHCEHY ), KOTOPBIE €CTECTBEHHBIM 00pa-
30M BBIJIEJIIOTCS TI0 KaKUM-JT00 OrosiorndeckuM otHorenusiM. Hauboee
OOTIENPUHATO OTHECEHUE K KATErOpHH OG1OopazHOoOpasust Ha MOMYJISIHOH-
HOM YPOBHE Takux stBjieHuil, Kak mosumopdusm (Ford, 1940). MsecTHbI
pasHbIe TTPOSIBJICHUS TIOTUMOPGhU3MA B TIOMYJISIINN, TeHETHIECKast TPUPO/Ia
KOTOPOTO HE BCET/la OYEBU/HA, HO OTYETIUBO MTPOCTYIAET TMUTECHETHIECKAs
pUpoa 3Tol (HEeHOTUNTUIECKOI PA3HOKAUYECTBEHHOCTH.

ITpu getasbHOM U3yUYeHUH TOTUMOP(U3Ma 0OBIYHO OGHAPYKUBAECTCS
€T0 aJIATITUBHBIN 1 9acTO (DYHKITMOHATBHBINA «9KOJOTMIECKUIT» CMBICJL. Tako-
BbI IIPUMEPBI KJIACCHYECKOI0 OKpacouHoro noiauMmopdusma Adalia bipunc-
tata, ornecennoro H.B. Tumodeesbim-PecoBckum u 10.M. CBupeskeBbIiM
(1966) k gBJIEHWIO aANITAITMOHHOTO ToTUMOphu3Ma. CXOMHBIHN cyJait
alalTUBHBIX KoJIeOaHuil okpacouHbix Mopd 110 cesonam ormeded C.M. Tep-
[IEH30HOM Y OOBIKHOBEHHOTO XOMsIKA. VI3BeCTeH U Colyvail «uHIyCTPHATBHO-
ro MeTaHu3Ma» Gepe30BOIl TISIEHUITBI B KPYITHBIX TOPOJIaX Benmnkobpuranum
(TIpU CHYZKEHUH YPOBHSI TPOMBITIJIEHHBIX BRIOPOCOB B aTMOC(hEPY K Hauary
XXI B. gactora «TeMHOI» MOP(hBI BHOB 3aMETHO CHU3WJIACH). Bee atn ipu-
MEPBI TOBOPSIT O YETKOH «3KOJIOTHUECKOI» crenuanu3anu Mopd, ux Bax-
HOU aJlallTUBHOMN POJIN JIJIST TOTYJISAIIAN. DJIeMEHTaMU OMOpasHOOOpasust Ha
TIOMYJIAITMOHHOM YPOBHE MOTYT ABJATHCA HE TOJBKO PA3JTUYHDBIC a/IallTUB-
HbIe MOP(BI, HO U Ce30HHBIE TeHeparu (r- u K-cTpaTern), BHyTPUIIONYJIs-
IIUOHHBIE CTPYKTYPHO-(YHKIIMOHAIbHBIE TPYIIIBI (MUTPAHTBI — OCEJIJIbIE,
YCTONYMBBIE K 3aPAKEHIIO — HEYCTONUMBBIE, TOJEPAHTHBIE K (haKTOpPy —
HETOJIEPAHTHBIE, HTOJOTHICCKU PA3IUYHbIE KJIACCHI 0COOEHT).

O6bIYHO MTPU XapaKTePUCTHKE MOP( B KaUeCTBE MaPKUPYIOIIETO BbI-
Gupaercst 0iHO CBOWCTBO (heHoTHA (OMH TIPU3HAK ), XOTS OUEBHUIHO, YTO
TeJIbII KOMTIIEKC TIPU3HAKOB CBSI3aH ¢ MAPKUPYIOIIEl moauMopdusm yep-
toii. [To aTol TIpuYMHe TPY OMUCAHUY TOTUMOPhU3Ma 06BIYHO U36eraioT
UCIIOJTh30BATh TEPMUH U3MEHUYMBOCTD, KACAIONINIICS BADbUPOBAHMS OT-
ZIeJIbHOTO MaPKUPYIOINIEro NPU3HaKa, U MPEAIIOYUTAIOT TOBOPUTDH O Pa3HO-
obpasun peroruma (hernoma) Kak 1eJI0ro0.

[ToaTomy rIaBHOE OTJINYKE Pa3HOOOPA3Hs OT UBMEHUUBOCTH COCTOUT
B TOM, UTO TIPH XapaKTePUCTUKE GHOTOTHYECKOTO PasHOOOpa3 s Ha MOy -
JISIIMOHHOM YPOBHE (DEHOTHIT BBICTYIIAET KaK I11eJI0€: U UHAUBUIAYYM (He-
JEeJTUMBIIL ), UK B carydae (heHeTHIeCKOi PEKOHCTPYKIIMY — KAaK MHOTOMED-
Hoe nogobue dheroTrna. MHOTOMEPHOCTH PACCMOTPEHHUS aBTOMATHYECKI
MPUBOIUT K TUCKPETHOCTH (heHOTHUTIOB, KOTOPAst MOKET OBITh JIOBEICHA /10
HETIOBTOPUMOTO COYETAHUSI TPU3HAKOB Y KaXKA0T0 MHANBKUAYyMa. OHAKO
HaPSILY C 9TOH «CJYYaifHOIT» HEOAMHAKOBOCTHIO B TIOTYJISAIIUH MTPOSIBJISTIOT-
CsI eCTECTBEHHBIE OTUETJIUBBIE KJIACCHI CXOAHBIX (heHOTUNoB. CX0ACTBO
BHYTPU (DEHOTUITIMYECKOTO KJIACCa MEXK/IY WHIANBUIYYMAaMI BCET/A BBIIIIE,
yeM MEKIY Pa3HBIMHU KJIaCCaMHU.
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JlpyToit aTpubyT CYIeCTBOBAHIS GHOPA3HO0OPa3NsT Ha MO ISIHOH-
HOM YPOBHE — HAJTHYNE MEXAaHU3MOB MOJIEPKAHMS YCTONUNBOCTHU U T[EJI0-
CTHOCTH ero0 37ieMeHTOB. [lo YoqimHTTORY, TaKUM OCHOBHBIM MEXaHU3MOM
MOJIIEPKAHIS YCTONYUBOCTH (DEHOTHUTIA B PA3BUTHUH, KAK YK€ OTMEYAIOCh,
SIBJISIETCST ATTUTEHETUYECKUH JTaHAMADT, UM COBOKYITHOCTD aJIbT€PHATUB-
HbIX KaHAJIM30BaHHbBIX l'[yTefI Pa3BUTUA. CJIeI[OBaTeJIbHO, IIMUTCHETUYECKU
smauamadT MOMyJISIIIT, CKOPee BCETO, M €CTh TOT TJABHBIN (hakTop, KOTO-
pbIii 00yCIOBIMBAET CTAOUIBHOCTD MOJJIEPKAHUS U PETYJIISIPHOTO BOCITPO-
usBeeHust GeHOTUTIOB («OUOTHUIIOB» ) B MOMYJISIIUN.

Takum 06pa3oM, TIOHUMAsT USMEHUUBOCMb B OOIIEM BUJIE KaK peail-
3aUUI 3aKOHO8 BO3MONCH020 (Donycmumozo é mopgozenese) npeobpasosa-
Hust omoeavrvix npusnaxos (Bacuabes, 1996), MOKHO onpeaesnuTh 6uU0L0-
2uueckoe pasnoodpasie Ha NOMyJISIIHOHHOM YPOBHE KaK MHO20MEPHOE OMm-
pasicenue 6 hernomunax 0cobell arbMmePHAMmUeHbIX NYMell Pa3sumust, NPucy-
wux anuzenemuueckomy aandwagmy nonyisyuu (Bacuabes, 2005).

[Tpu cpaBHEHWW pa3HBIX BHYTPUBUIOBBIX (DOPM, T.€. TOJHUMASCh HA
6oJiee BRICOKHIT yPOBEHDb BHYTPUBHIOBON MEPAPXUH, BJIEMEHTOM OHOPa3HO-
00pasust BBICTYAET caMa TIOTIYJISIINS, TIeJOCTHOCTh KOTOPOH Takske 00yc-
JIOBJIEHA €€ SMUTEHeTHUECKUM JTaH/AmahToM. TPYIIIbl MOy IsImii, 00iama-
IOIHE CXO/ICTBOM Pa3BUTHIHBIX CUCTEM, (DOPMUPYIOT TTOIBHUIBI U PACH,
KOTOPBIe 00PasyoT CaMOCTOSTEbHbBIE 3JIeMEHThI OHopasHooOpasust. Cpas-
HeHUe MpeJcTaBuTe el OHOTO PoJa, KOTOPbIe OJIM3KU 1 [0 OpraHi3aliu
mpolecca pasBUTHS, PEIoJaraeT pacCMaTPUBaTh B KauecTBe aJieMeHTa
610pasHO00OPasKs BIUL.

InureHeTHYECKNE MPeACTaBICHUS, JeKalllne B OCHOBE (DEHETUKH,
MO3BOJISIOT TIEPEHTH OT PEAYKIMOHUCTCKUX TIO3UIINH, CBOMCTBEHHBIX PaH-
Hell ee cTaini, K KOMIO3UIIMOHUCTCKUM XOJUCTUYECKUM BO33PEHUSIM, a
TaKsKe K OCO3HAHUIO BaKHOCTH COYETAHMS PEAYKIIMOHM3MA U KOMITO3HIIH-
oHn3Ma (aHa/IM3a U CHHTE3a) B U3yYEHHUH IIPOIIECCOB MOpdoreHesa, onnpa-
sICh Ha (DEHOMEHBI AITUTEHETUYECKOTO JaHamadTa MOMyJISIUA U STTUTreHe-
THYECKON M3MEHYNBOCTH.
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«Ha cmeny zenemuxe npuxodum
Snuzenemuxa»
V. Tub6e

MHudbopmartiust B JaHHON 06JIACTH TIOTIOTHSIETCS €KETOHO U CTPEMU-
TesibHO puOBIBaeT. IIpUBOAMMEbIE 3/[6Ch MATEPUAJIBI JIOJIKHBI TTOCTYKUTH
MUHUMaJIBHBIM CITIPABOYHBIM MAaTEPUAIOM IIPU PACCMOTPEHUH JI0CTATOYHO
CJIOJKHBIX SIBJICHUIT MOJIEKYJISIPHOI STIMTEHETUKY UM SITUTEHOMUKH — 00-
JIACTH MOJIEKYJISIPHON GUOJIOTUN, U3yJaloleil TIPOIeCehl MOJIEKYISIPHOI
perysaiuu (pyHKIIMOHMPOBAHUS TEHOMA B XO7ie KJIeTOuHOH nuddepeHiu-
poBku 1 nHAUBUAYaabHOTO passutus (Gilbert, 2003). Cerontst craHOBUT-
st SICHO, 4TO 6e3 OHUMaHUsT (PyHIaMEHTaJbHBIX MOJIEKYJISIPHBIX OCHOB
AMUTEHETUKH, TPAAUITNOHHAS AIMUTEHETHUKA, TIPE/ITIOKEHHAS YOIIUHTTOHOM,
HE MOJKET TIPETEHI0BATh Ha OOBSICHEHIE PETYJISITHBHBIX MTPOIECCOB MOPdO-
reHe3a, a TakKe Ha ToHUMaHue (hyHIaMeHTAIbHBIX OCHOB TOMOJIOTUU H TO-
MOJIOTHYECKOH n3MeHunBOCTA. OJIMH U3 BEAYIINX POCCUICKUX CIIEIUATH-
cTOB B 06Jactu MoJieKyistpHoii 6uosornu B.MD. Bautormma (2004) yTBepsk-
JIaeT B 3TOU CBA3MU: <... BEK JABAANATHINA OBLIT BEKOM TOP/KECTBA TEHETHKH.
Het comHenmii B TOM, 4TO BEeK HBIHEIITHUH TI0 TIPABy — BEK dMMUTEHETUKN».

[TockoJIbKy aTUTEHETUKA U STTUTEHETHYECKUE TIPOIIECCHI B TIOCTETHIE
ro/ibl U3 06JIACTY TMITOTE3 MEPEILIN Ha TBEPAYIO OYBY U3YUEHUS Peasib-
HBIX MOJIEKYJISIPHBIX [TPOIIECCOB, TIPHYEM IJIABHBIM 00Pa30M 3a CUET YCHIIUIT
MOJIEKYJISIPHBIX OMOJIOTOB, TO 3TO OOCTOSITELCTBO IIPUBEJIO K PE3KOMY CY-
JKEHUI0 00JIACTH STUTEHETUKH /10 MOJIEKYJISIPHBIX IIPoTieccoB. Temeps oc-
HOBHBIMU AMTUTEHETUIECKUMU U3MEHEHUSIMU CIUTAIOT TOJBKO T€, KOTOPBIE
CBSI3AHBI C U3MEHEHUEM IKCIIPECCUU TeHOB 6e3 HapyIIeHUsT HYKJICOTH/THOI
nocnexoBateabHoctu JJHK. 910 BriosHe cripaBe/isinBo, HO STTUTEHETHKA
JAHHBIMU SBJIEHUSIMU He ncuepiibiBaeTcst. HecomHenHo, uTo cepa smmre-
HETUKW 3HAYMTEIbHO Tupe siBaeHnit metuauposanusg JTHK, o koTopbix
HUIKE TOUIET peub. MoJIeKyasipHast OMOJIOTHsI, KOTOPast JIUIIb B CAMOM
Hauasie XXI B. oTKpbLIa 17151 cebst MOJIEKYJISIPHYO SITUTEHETHKY, TOKA ETI[e
HE ycIesia IepeoTKPBITh JJist ceOsl YOIMHITOHOBCKYTO SITUTEHETHKY, Halle-
JIEHHYIO Ha OGUOJIOTUIO PasBUTHsL, MOP(HOJIOTUIO U TOMOJIOTHYECKYO M3MEH-
YUBOCTh. JMUTEHETHKA OOBEIMHSIET BCIO COBOKYITHOCTD CJIOKHEHTIINX TIPO-
1IeCCOB PETYJIAINN (DYHKIIMOHUPOBAHUS IMMUTEHOMA B TIPOTIEccax KJIEToU-
Holl [uddepeHIUpoBKYU U MOpdoreHesa, BKIOYas MOJUBAPUAHTHOCTH
MopdoTeHe3a Ha BCEX €ro dTamax, MEXaHWKY U CUCTEMHbIE TIPOIECCHI Pa3-
BUTHSI, HEIMHEHHYTO TEPMOJMHAMUKY Pa3BUTHS, IKOJOTHIECKHUE (PAaKTOPHI
Pa3BUTHS, U TECHO CBSI3aHA C ABOJIOIMOHHBIM MTPOTIecCOM ( YOIJIMHTTOH,
1970; Robert, 2001; Gilbert, 2003).
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TToCcKOIbKY MOJIEKYJISIDHBIE ACTIEKThI SITUTEHETUKY YiKe OB paHee B
obmiem Bujie pacemotperbt A.T. Bacwuibebim (2005), To B JaHHOM TTaBe MbI
W3JI0KUM TOJIHKO T€ MaTE€PUAJbI, KOTOPBIE €Ille He YCIIeJU B TIOJTHOM Mepe
MOMACTh B YUeOHUKHU, HO KPallHEe BayKHBI IS TAJbHENIIET0 00CYKACHMS 1
WHTEPIPETAINN MTPE/ICTABJIEHHBIX B KHUTE PE3YJbTATOB.

Crpykrypa u 9Kcnpeccus reHoB. Mol He OyjieM paccMaTpUBaTh
CTPYKTYPY ABYXIleTIoYeyHOH crimpanbHoil Mosekyast /IHK, cocrosmeit 3
MOJIUHYKJICOTH/THBIX TIOCJIEI0BATEIBHOCTEN, COCTABICHHBIX KOMOUHATIHSI-
MU JIBYX Iap KOMILJIEMEHTAPHbBIX HYKIeoTunoB. Celluac 001IEN3BECTHO, UTO
e JIHK, nipecrasiistioniiie coO0 CIIUPaTbHBIN AYILIEKC, YAEPKUBAIOT-
¢ 32 CYET BOZIOPOJTHBIX CBSI3€H MEK/Y MTyPUHOBBIMU OCHOBAHUSMHU OJTHOT
1eMU U TUPUMUAMHOBBIMU — € IPYTOIL: a/IeHUH CBSI3aH ¢ TYaHUHOM, T TO-
3UH ¢ THMUHOM. BcTpedaroTcst KoJiblieBble OHOTIETIOUeUHbIE, KOJIbIIEBhIE
JBYXIIeNToueyHbIe 1 JuHeitHble aByxienodeunsie /IHK. Y aykapuor /THK —
ATO JTMHENHAS IByXIleNoueyHas cimupaibHas (hopma. XopoIio U3BecTHO,
uyTo ocHoBHas yacth /|HK ymakoBama B xpomMocoMax. ¥ ayKapuoT XpOMO-
COMBI COCTOSIT M3 XpoMaruHa: aByxienodeunoit JIHK, o6pasyrotieil koMi-
JIEKCHOE COefIMHEeHNeE ¢ MAThI0 BapuanTtaMu Oenkos-ructonos: H1, H2A,
H2B, H3 u H4. BaskHO TIpH 3TOM 3aMETUTH, YTO TUCTOHBI MOTYT OBITH arfe-
TUIUPOBAHBI, (HOCHOPUIMPOBAHBI 1 METUIUPOBAHDI, YTO BIUSET Ha CTe-
MeHb KOHJEHCUPOBAHHOCTH XPOMOCOM M JIOCTYITHOCTH T€HOB TPAHCKPHUIIITHU-
onnbim mpoueccam (Newell-Price et. al., 2000). B ganbHeiiniem sta nndop-
Mars Ham Oy/IeT ToJie3Ha.

Mousexyna JITHK «namoTanas Ha THCTOHOBBIE OKTaMEpPbl, COCJIMHEH-
HbIe IpYT ¢ ApyroM. Xotd ructon H1 u He BXOAUT B cocTaB HyKJI€OCOMHOTO
KOpa, HO 00ECTICUYNBACT CITUBKY U CBOCOOPAZHYIO MPOKIAIKY /TSt TEX MECT
cynepcnupany, rae [JHK naunnaer naBuBaThes, a 3aTeM 3aBepliaeT CBOM
BUTOK Ha HYKJIEOCOMHOM Kope. B MeTadasnoit xpomocome crernenb KOH-
nercaiuu Bosdpacraet u gocturaer 5000-kparnoro yorHenus (Cunrep,
Bepr, 1998). Xpomarun obecrnednBaeT BbICOKYIO CTE€NEHb KOMIAKTHOCTH
renomuoi sanepuoit JITHK, uto BaxkHO /17151 BOSMOXKHOCTH pa3MelleHus B
aape rpoManubix Mosiekys JJHK sykapuor.

Beposarno, IHK 6bi1a 9Bosonmonio copMrupoBata Ha OCHOBE
KOJIbIIEBBIX T€HOB, TUITUYHBIX /I MHOTUX ITpokapuoT, moatomy JHK ayka-
puoT nmeet cermenTupoBanubiii xapakrep (Tpudonos, 2002). dnurenern-
YyecKue TPOIIeCChl PeryIsaIiuy TPAHCKPUIIIIMY TeHOB Y 9YKApPUOT CBSA3AHBI €
HYKJIEOCOMHOT «pazMeTkoii» /JIHK, mockosbKy OT mo0XKeHNs HYKJI€0COM
3aBUCHUT JIOCTYMTHOCTb TeX Wiu uHbIX yactelt (caiitos) JAHK mrs peryss-
TOPHBIX GETIKOB UJIM, HATIPOTHB, ISt GIOKUPOBAHNS IOCTYTIA K OTPE/IETCH-
ubiM catitam (CycaioB u ap., 2004).

Xoporio uzBectHo, uto Hapaay ¢ [IHK B kiretkax nmpucyTcTBytoT Tpu
tuna PHK: pu6ocomnas — pPHK, rpancrnioprras — TPHK u maTpuunas —
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MPHK, xoTopyto mHorza HazeBaioT nagopmannonnoit PHK. Oxnako e
OYEeHb MMUPOKO U3BECTHO, UTO OJHOBPEMEHHO C 3TUM CYIIECTBYIOT MaJble
nutoriazmatnyeckue PHK — miuPHK u masbie sinepusie PHK — maPHK.
Y ayKkapuoT B SiZIpe KJIETOK UMeeTcs Takke rereporernas saepuas PHK —
rsPHK, kotopas mpejcTasisier coO0H cMech TPAHCKPUIITOB HECKOJIBKIX
anepHbix renoB (mpanckpunmom). Ilo nanusim M. Cunrepa u I1. Bepr
(1998), moutu 80% ot maccot Bcex PHK cocrasistior pPHK Tpex-dernipex
BUJIOB, TIOCKOJIBKY OHU HETIOCPECTBEHHO YUACTBYIOT B GHOCHHTE3€ OeJKa.
N3 ocrasrmeticst macent okos10 15% npuxonutcs na TPHK, kotopbix nacuu-
teiBaioT Gosiee 100 BuoB. VIHTEpecHo, 4To Ha JOJII0 U3MEHYUBOM MaTpU4-
voit PHK mpuxoantcst meree 5% maccer, Ho BugoB MPHK usBectHO He-
CcKOJIbKO Thicsty. OcTasbHas Macca, T.e. MeHee 2% MPUXOANTCS Ha MaJble
anepHbie u muTortaamMarudeckue PHK.

Bcewm Takike XOpOoIo M3BECTHBI TAKNE SBJICHUS, KAk KOHBAPUAHTHAS
penymiukanus JHK, sBieHue peKoMOUHAIIUN MEKY TOMOJTOTHIHBIME
yYacTKaM¥ POAUTENbCKUX XPOMOCOM TTPU KPOCCUHTOBEPE, TPAHCKPHUIIITUS
u Tpancsus nHbopMmaruu ¢ nomorisio PHK, tpumietHbiil Koz u ob1iume
4yepThl Impoliecca OnocunTesa OeJKkoB B pubocoMax, 3asepiiaorinecs Gop-
MHUPOBAHUEM TPETHYHON CTPYKTYPHI OeJiKa.

[losroe BpeMs 1emouka nepeayn MoJIeKyIsIPHO-TCHETHIECKOM MH-
dopmarinu nipecTanissiach B anusorporaom suze: JIHK—>/HK->PHK-
>Dbenok. B 11e710M oHa XapakTepu3oBasia JOTUKY AeTEPMUHUPOBAHHOTO TIPO-
TPAMMHUPOBAHUSA CO CTOPOHBI TEHOMA OETIKOB M OCTAIBHBIX YepT (heHOTHITA.
ITa cxeMa OblIa HAa3BaHA MEHTPATBHOI JOTMON MOJIEKYJISPHON OGHOIOTHH.
3areM, GbIIM OTKPBITHI HOBBIE TYTH Mepefaur HHHOPMAIIUH, BKIIOYast BO3-
mozkHoctb permkaiyn PHK (PHK —> PHK) u ocymiectsiieHus oOpaTHOii
TPAHCKPUIIIUK PETPOBUPYCAMHE, PETPOTPAHCIIO30HAMU 1 PETPOTeHAMU
(PHK —> JHK), T.e. BoamosxkHocTH oOpatHoro Berpansaius PHK B JTHK.

B 1982 r. amepukanckuii 6uosnor Crenym [IpycuHep OTKPbLI SBIEHKIE
npuonusayuu 6eaxos. OH, o6cysKaast IPodIEMY MEICHHBIX MHPEKITUTI,
BKJIOYast «TyOK006pasHyio sHIlehanonaTuio», BLICKA3al THIIOTE3y 06 0co-
ObIX GETKOBBIX MH(DEKIIMOHHBIX YaCTHI[AX, KOTOPbIE HA3BAJ «proteinaceous
infections particle», mepecraBus mys yo6¢TBa MPOUIHOIMIECHISA GYKBbI B
COKpaIlleHHOM Ha3BaHUU «pro-in» Ha «prion». B panpHeiinem rumnoTesa
TIO/ITBEP/INIIACH, U GblJIa 0OHAPYsKEeHA 0cobast CTPYKTypa 6ETKOBBIX MOJIe-
KyJI — IPHOHOB, KOTOPAst BBI3BIBAET TIPOTIECC KOHMOPMAIMOHHOTO YIOA00-
JieHus cebe Ipyrux romosorndnbix 6enkos (bemok —> Besok). 9o mpomuc-
XO/IUT JIABUHOOOPA3HO U HAMOMUHAET KPUCTAJITM3AINIO, TPUYEM POCT Ta-
KUX GENKOBBIX aHAJIOTOB «KPUCTAIIIOBY — aMIJIONI0B — MAPAJLIETBLHO CO-
POBOsKAACTCS 06pasoBaHueM HEGOIBITUX OJTUTOMEPOB, KOTOPbIE CJYKAT
CBOEOOPA3HBIMU CEMEHAMU JIJIST POCTA TaKUX jKe HOBBIX cTpyKTyp (MHTe-
Beutomos, 2000). BoaMoXHOCTH TPUOHU3AIINH, T.€. PETJIMKAIIUN MTOJIHITIETT-
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TU/I0B Ha OCHOBE MPOCTPAaHCTBEHHBIX KOH(I)OPM&HI/IOHHI)IX 6eJIKOBbIX Mar-
P, a TaKKe ABJIeHUN 00paTHOM TpaHcKpuIuu 1 aproperinkanun PHK
3aCTaBJISIET TEPECMOTPETD TPAAUITMOHHYTO CXEMY IEHTPATBHOM TOTMBI MO-
sekysipaoit 6uonoruu (Mure-Beuromos, 2003).

Cxemy nrhopmarnuonubix cssseil Mesxay JJHK, PHK u 6eskoMm B Mo-
mudukarun, npeyoxennoit C.I. Mnre-Beuromosbim (2003), MOXKHO Terieph
npezcTaBuTh nHave (puc. 5.1). 13 Hee cienyer, 4To JOTHKA JKECTKOM T€HETH-
YeCKOU JleTepMUHAIINHT OEJIKOB U KJTaccuueckue paccysaerus k. Buia u
3. Taryma o TOM, 4TO «OMH (PePMEHT COOTBETCTBYET OTHOMY TeHY», YXOIT
B IIPOTILIOE. DTOMY BO MHOTOM CIIOCOOCTBOBAJIO OTKPBITHE aJIBTEPHATHBHOTO
crutaiicmara (pedb 0 HeM TOUIeT TO3IHeE ), TIO3BOJISIONIETO Ha OTHOM W TOM
JKe TeHe CO3/[aBaTh MHOKECTBO BapUaHTOB OeJIKOB. BO3HWK 1A MHAST JIOTHKA
paccyskaenuti, cormacHo Kotopoii JIHK cymecTByeT kak ocHOBa JTUTENHHO-
ro XpaHeHus U repejadn nH(GOPMAIIUH, T.e. KaK «TeHeTUYECKUN CKIIaly> UJTH
«apxuB» (Patrep, 2001). Mosekymst PHK npecraBiasior coboit 0CHOBHbIE
omneparmoHaIbHbIC eIMHUTIBI CYUTHIBAHNS (TPAHCKPHUIIIINK) U TIepPeBOa
(tpancssiun) ganHoi nagopmarnu. CoberBerto u camu MoJiekysibt JJTHK,
Kak I10JIaratoT, 9BOJII0INOHHO Bo3HuKIu n3 PHK.

Q Puc. 5.1. Cospemennas

JHK MOOUPUKAUUS <UEHMPATLHOU

. 00eMbL> MOLEKYAAPHOU OUOLO2UL:

“ HapyuLena aHusoOmponus

\ USHAUATDHOTL CXeMbL

“ CUHDOPMAUUOHHBIX > CBA3CT MeNCOY
Q JHK, PHK u 6eaxom (no: Hnze-

PHK > Bellok Beumomos, 2003)

Q Btnic

Bces annrenernyeckas cuctema, Bkiodasd ¢yukimonupyomnme JJHK,
PHK u nmporentbl, o6ecrednBaeT MoJTHOIEHHOE OCYIIECTBICHIE U PEryJisi-
IIUIO PETLTUKAIUY, TPAHCKPUIIIIUU U TPAHCJISIINY TeHeTUIecKoi unpopma-
IIMK B HYXKHOE BPEMS, B HYKHOM MeCTe U B I0JUKHON Mepe. Takum o6pa-
30M, TEOPETUYECKNUE MTPEACTABIEHUST YOIJIMHITOHA O TOM, YTO TEHOTHIT Pa3-
BUBAIONIETOCS OPraHU3Ma TPEIOCTABISET COOOM AMUTEHETHYECKYIO CHCTE-
MY, WJIA SITUTEHOTHUT, TOATBEPIKIAIOTCS HA MPAKTHKE.

Ocobble peryIsiTOpHbIe CITOCOOHOCTH MOJIEKYISIPHON STIUTEHETHYEC-
KOl CHCTEeMBI B KJIETKE CTAJIU OYEBUIHBIMU TIOCJIE€ OTKPBITUSI TPEPBIBUCTO-
ctu reHoB y aykapuort. Kak crano nzBectro ete B 1970-x rozax, y aykapu-
OT KOAMPYIONHe GEJOK TEHbI B OTJINYNE OT TEHOB GOJIBITMHCTBA MPOKAPH-
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0T MOTYT OBITH TIPEPBIBUCTHIMU: Kopupyiotue yactu JJHK mpepsiBatoTcst
Hekoaupyomumu, Kogupyorine yactu ObLI Ha3BaHbI 9K30HAMU, a BCTa-
BOYHBIE HEKOJMPYIONIEe — HHTpoHaMK. HazBaHMe MHTPOH MTPOU3OIIIO OT
AHTJIMIICKOTO CJIOBOCOUETAHUS intervening zone — OYKBAIbHO «ITPOMEKY-
TOYHas 30Ha», & 9K30H OT eXPressing zone, T.e. «BBIPAKAIONIAS T€H», HKCIT-
peccupyemMast 4acTh reHa. ITo ObLT0 06HApYsKeHOo mpu cpaBrerHr MPHK u
ucxoanbix yyactkos JIHK. /laBHo m3BecTHO, uTo MaTtpuunas PHK ncnoss-
3yeTcst Kak CBOeOOPA3HBIN «JIEHTOMPOTSKHBIIT» MEXaHU3M TIPH OUOCHHTESE
6eska: Ha MPHK HaHU3bIBaeTCST MHOKECTBO POOCOM, KOTOPbIE, TIepeMe-
IasICh BIOJIb Hee, 00ECTIeUNBAIOT YCIOBUS JIJIsT TPAHCSAIINN WH(POPMAIHH
¢ MPHK, mo3Bossis ¢ momotsio TPHK mepeBoauTh €€ ¢ TpUTIeTHOTO HYK-
JIEOTHTHOTO KOJIa B TIOCJIEZIOBATEIBHOCTD PACTIONOKEHUS aAMITHOKUCIOT B
cuHTeaupyemoMm Oeiike. ITOHSITHO, 4TO /It 00ECTIEUeHUsT ITOTO TpoTlecca
OUOCHUHTE3A JOJKHA UCTIOB30BATHCS TOJIBKO KOAUPYIOIAs 4acTh TEHOMA,
T.€. 9K30HBL. BbIJI0 06HAPYKEHO, UTO ncxoaubie TpaHckpuntel MPHK, 1mo-
ayuennbie ¢ JJTHK, — nmpo-MPHK, comep:ar mosnyo nHdopmanuio u od
9K30HaX, 1 00 mHTpoHaX. OFHAKO cpasy MocJie UCXOAHOM TPAHCKPUIIIIH
yuactku MPHK, cooTBeTcTByIOTIME MHTPOHAM, YAAISIOTCS € TOMOIIHIO
0c000T0 TpoTlecca, KOTOPbIi HasbiBaeTCst cuaaticunez (puc. 5.2).

3pemsie MPHK mocsie crimaiicuara coiepskat ToJbKO HHMOPMAIIHAIO O
CITUTHIX APYT ¢ ApyroM ak3oHax. O6mas macca JTHK, comep:karieit uHTpo-
HBI, 3HAYUTEJHHO ITPEBBIIIAET TY €€ YaCTh, KOTOPAsI COAEPIKUT d9K30HbI. CIre-
ayer ene 106aBUTh, uTo reTeporernas saephas PHK (raPHK) asisercs
CITOKHBIM KOMILJIEKCOM, BKJIIOYAIONIUM U TIEPBUYHO TPAHCKPUOMPOBAHHBIC
YUACTKH, €IIle cofiepsKariie nHhOopMaImio 06 HHTPOHAX, U 3PETIbIE TIPOTECCH-
POBaHHBIE TPAHCKPUITHI y:Ke MOCJe CIJaiicuura. B nuroniasMe KieTku
nuroriazmatndeckne MPHK GyHKIIMOHUPYIOT TOTBKO B 3pEIOM BH/IE.

B mportecce crutaiicnira mporCXoIST PEaKIuK PacielIeHUs ¢ 06pa3o-
BaHUEM JIacCOOOPA3HOM CTPYKTYPBl HHTPOHA (TIET/IN) U JUTHPOBAHIEM
(cumBKoit) ABYX 9K30HOB (M. puc. 5.2). Cyapda yaanseMbiX HHTPOHOB TI0Ka
He BbIsICHEHA BO Beex 1moapobHocTsx. [Tpotece craiicunra KaTagusupyer
CJIOJKHBIN KOMILTIEKC, KOTODBII HA3BIBAETCST «CILJIAMICHTHTOCOMAy U COCTOUT 13
CaMoT0 MHTPOHA, C KOTOPBIM cBsi3anbl 710 1T MaPHII (MHOXecTBO szep-
HBIX PHOOHYKJICOMPOTEUIHBIX KOMILIEKCOB), 1 BCTIOMOTATEIbHBIX GENKOB.
CrutaiicuHT pasHBIX TUIIOB 'eHOB, 00pasyiomux pasibie PHK, Moxer oTim-
YaThCsl, OJIHAKO B KOHEYHOM UTOTE Yallle BCETO MTPOUCXOAUT JIMHETHOe yaae-
HUe WHTPOHOB U JINTUPOBaHUE 9K30HOB. Hapsiny ¢ «camocmialicuHromMs» B
IIUC-PEAKITNAX (BHYTPUMOJIEKYISIPHBIX ) U3BECTEH M TPAHC-CIIJIAMICHHT, T.€.
TIPOIIECC JIMTUPOBAHUST 9K30HOB, TPUHAIEXKAIINX Pa3HbiM MoJiekyiam PHK.
Tparc-CrTaliCHT MOKET JIaBaTh KOMOMHATOPUKY 9K30HOB B 1uC- (BHYTpU
MOJIEKYJT) U TPAHC-COYETAaHUSIX (MEXKY MOJIEKYJIaMn), T.e. 0OeCcTIeunBaTh
CYIIECTBEHHOE PA3HOOOPa3e KOHEUHBIX TIPOYKTOB TPAHCIISIIUHL.
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Hmeercs enie oAuH cl1ocod KOMOMHUPOBATD IIOCIEA0BATENbHOCTD
9K30HOB. Kak yske ObLJIO CKa3aHO BHIIIE, CYIIECTBYET SIBICHUE AIbMePHA-
MUBH020 CNIALCUH2A, KOT/IA HA OTHOM U TOM K€ TeHe BO3MOXKHO KOJMPOBa-
HUe Pa3HbIX BapuaHTOB cTpoeHust 3pesoil MPHK, kotopbie GyayT uMeTh
pasHbie HabOPBI 9K30HOB U, CJIE0BATEIBHO, (POPMUPOBATH Pas3HbIE OEJKU.
JIJL. Bask (Black, 2000), Hanrpumep mokasad, uto red Dscam y Drosophila
melanogaster 3a cueT aJbTEPHATHBHOTO CIJIAHCHHTA MOKET 00ECTIEUUTh
pastoobOpasue 10 1000 Bepcuii 6eska, KOTOPBII OTBETCTBEHEH 3a [IPOLIECCHI,
CBsI3aHHBIE ¢ KOHTPOJIeM (hOPMUPOBAHUS aKCOHOB, UTO TTO3BOJISIET JIOCTA-
TOYHO TOHKO PETYJHUPOBATH PA3BUTHE HEPBHOI cucTeMbI 1po30duibl. [1o-
9TOMY BO3HUKHOBEHUE Y 9YKAPUOT HK30H-UHTPOHHOM MPEPHIBUCTON CTPYK-
TYPBI CUUTAETCST Ba)KHEUIIINM aporeHeTHIeCKuM coObITreM, niu, o A.H.
CeBep1ioBy, — apoMop(h030M, YTO MO3BOJSIET KOMIAKTHO KOAUPOBATH TEeHE-
THYECKYIO HH(POPMAIHIO 32 CUeT KOMOMHUPOBAHKS 9K30HOB M HHTPOHOB U
anprepHaTUBHOTO citaticunra (Cycnos u 1p., 2004).

IKcmpeccus caMux reHos — ydacTkoB /LHK, He MoxkeT ocymiecTs-
JAThCsT 6e3 oMot OeKOB-(DepMEHTOB, T.e. DYHKIIMOHUPOBAHYE T€HOB
HEBO3MOJKHO 6€3 STUTeHeTUYeCKUX (HaJATeHeTUIEeCKUX ) TIPOIECCOB C yua-
CTUEM MTPOTENHOB. JKCIIPECCHS TEHOB, KaK MTPaBUJIO, PETYJIUPYETCs Ha ITa-
e o6pazoBatus PHK, olHaKO MOKET OCYIIECTBISTHCS IPU TPAHCIISIIH
MPHK B 6esnku. Hauasno Tpanckpunimu (MHUAIUAIUS DKCIIPECCUN T€HOB)
pEryJupyercst ABYMs M3BECTHBIMY cTiocobamu: in6o 3a cueT Moanuduka-
I[N PEMTPECCOPHBIX OETKOB, M3HAUATBLHO GIOKHPOBABIIIX TPAHCKPUIIIIUIO,
60 aKTUBATOPHBIMU HEJTKAMU, KOTOPBIE JOJIKHBI HAXOJUTHCS B HEOOXO-
AUMOM (DYHKIIMOHAIBLHOM COCTOSTHUU. JIpyruMu croBamu, JTu60 HYKHO
UCTIOPTUTH GJIOKUPYIONIEE YCTPOHCTBO, 4TOOBI MAIIHHA SKCITPECCUU 3aITy-
CTUITAChH, OO TIOBEPHYTH TYMOJIEP B COCTOSTHIE «3amyCK MantiHbl» (CHH-
rep, Bepr, 1998). Muoraa camu 6eJIKu, KOTOPbIE TOIYyYaIOTCs IIPU 9KCIIPEC-
CHUU TE€HOB, MOTYT PEryJIMPOBaTh COOCTBEHHOE TIPOU3BOJICTBO, BJAUSIS HA
HKCIPECcHio co6CTBEHHOTO reHa. MHoraa nusmMenenue caMmoii CTpyKTypbl
A HK, nanpumep, npu epeMeIieHuu 1 BCTPANBAHUYT TAaK HA3IBAEMBIX MO-
OGUITHHBIX 2JIEMEHTOB FeHOMa BOJIM3U MECTa Hauasla TPAHCKPUITIIH, MOJKET
BJIUSITH HA PETYJISIIIIO SKCIIPECCUU TeHa.

MecTo Havasa TPAHCKPUIIIIUN U €€ 3aMyCK OIpeiesieHbl HATUIieM B
JTHK perynsTopHbIX mocie[0BaTeIbHOCTE: 9TO CIOKHBIE CHCTEMBI TOBTO-
pstormuxcst Koporkux nocuenosarenbrocreit JTHK — cBoeo6pasHbix «3am-
KOB». /[JIs1 OTKPBIBAHS ATUX «3aMKOB» CYIIECTBYIOT CITEII(UUECKIE «KJITIO-
an» — GEIKU, KOTOPBIE HA3BIBAIOTCS hakmopamu mpanckpuniyuu. CBA3bIBa-
HUe (haKTOpa TPAHCKPUIIIIK CO CBOEI CTOPOHBI, TAK MJIN MHAYE, 3aITyCKAeT
TPAHCKPUITIIUOHHBIN KOMILTEKC ¢ cooTBeTcTBYIomielr PHK-monmmmepasoii.

Nszsectunr Tpu Tuma PHK-nosmmepas: PHK-nomumepasa I, rpamnc-
Kkpubupyiomas reusl pubocomanbubix PHK; PHK-nonumepasa I1, Tpasc-
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KpUOUpYyoIas TeHsl, Kogupytotue 6esku 1 otaenbasie PHK; PHK-mosu-
Mmepasa 11 ocyrmiecTBisieT TpaHCKPHUTIIIUIO TEHOB, KOJMPYIONUX B OCHOBHOM
tpancrioptable PHK. B cooTBeTcTBUYN ¢ HOMepamu pasubix PHK-nosmme-
pa3 1 pa3IuIusIMA B TIPeIHA3HAYCHUT JIJIT KOAUPOBAHUS KOHEUHBIX TTPO-
IyKTOB BbIIesIOT U TUTB TeHoB I, IT u 111 xmaccos. Hapsny ¢ dakTopamu
TpaHCKpUTINY /i pa3mnaabix PHK-mosmmepas cyiiectByioT crerudu-
Yyeckue GeJIKM, KOTOPbIe HAa3bIBAIOTCST (haKTOPAMU TEPMUHAIINN U 0OeCTIe -
BAOT MpeEKpaIleHre MpoIecca TPAHCKPUTIITHH.

Mopudukaliius 1eHTpaTbHOM JOTMbBI MOJIEKYJISIPHO OHOJIOTHH T10-
TpeboBasa U3MEHUTH TpesicTaBiaeHue o rere. [To M. Cunrepy u I1. Bepr
(1998, c. 9), MOJIEKYISAPHBIM 3YKAPUOTUICCKUM TEHOM MOKHO CIMTATD «CO-
BOKymHOCTB cerMmenToB /IHK, cocTaBigionnx sKcrpeccupyemMyio equHuIry,
KOTOPas JJaeT HAYaJI0 OTHOMY UJTH HECKOJIBKIM CrieruduiecknM (hyHKIH-
OHAJIBHBIM MPOAyKTaM — MoJiekyiaM PHK nu6o nosmnentugam». B otiu-
Yue OT MPOKAPUOT TE€HBI Y 9YKAPUOT MOHOITUCTPOHHBIE, T.€. KOAUPYIOIIHe
onny PHK wuuu Gesiok, a He MOJUIUCTPOHHBIE, KOAUPYIOIIHE HECKOJIBKO
6enkoB unu PHK, kak omepon. B cTpyKTypy rena sykapuot Bxoaat: 1)
eAMHNIIA TPAHCKPUIIUHY — 00JIaCTh TPAHCKPUOUPOBAHUS, KOTOPAs COAEP-
JKUT UHTPOHBI, 9K30HBI, 5'-IuaAnpyiomue (HauuHaonme) u 3'-TpeiiaepHbe
(3aBepIIaroIye ) TOCAe[0BATEIbHOCTH, PACTIONIOKEHHBIE TI0 KPasiM KOANPY-
IOIUX TOCTEA0BATETBHOCTEN, a TaKKe HEOOXOAMMbIE PETYISITOPHBIE JIe-
MEHTBI B COCTaBe eIMHUILI TPAHCKPUIIIINY; 2) hJIaHKUPYIOINe eMHNILY
TPAHCKPUIIIUH PETYJIATOPHBIE TTOCTEA0BATEIBLHOCTH, KOTOPbIE HEOOXO/IH-
MBI JIJIsT 9KCTIPECCHY TeHa U ee 3aBepiieHust (CM. puc. 5.2).

Bce tpanckpunTsl reHoB kiacca 11 Ha HauaabHO 5'-THIepHO# TocJie-
ZI0BATEJIBHOCTU COZIEPIKAT TaK HA3bIBAEMYIO K3 T10CJ]e0BaTeNbHOCTD (7-
Meruaryano3un) B MPHK| 3a xoropoii B popmupytomeiicss MPHK nuzshne
pUCOeMHsIeTCs moanageHuaatubiil xpocT (poly(A)—xsoct) 10 300 1LH.
(Cumrep, Bepr, 1998). YcranoBiieHo, 4T0 KaTI-CTPYKTypa, 00J1a1ast 3aIinT-
HOU (YHKIIHEN 110 OTHOMIEHHUIO K 5'-JIUAUPYIOIIEN TTOCTET0BATENbHOCTH,
crienmUYHO B3aUMOJIEHCTBYET ¢ (paKTOpaMu MHUIMAIIUN TPAHCIAINN.
Hapsiny ¢ daxTopamMu TpaHCKPUIIIIMY JIJIST HAYa/Ia 9KCIPECCHN TeHa Heob-
XOJIMMBI TaK HA3BIBAEMBIE NPOMOMOPbL — MUHUMATbHBIE Ga3aIbHbIE TTOCTIe-
JOBATEJIBHOCTH, TPEOYIOIUECS JIJIST TPABUIBHOTO HAYATa TPAHCKPUIIIINH,
KOTOPBIE PAcCIIOIOKEHBI HETIOCPEICTBEHHO TIepe]] eAMHUIICH TPAHCKPUIIIIUH.
B cTpykrype 6a3aibHBIX TIPOMOTOPOB, KOTOPBIE BEChMA CXOHBI Y PA3HBIX
OPTaHM3MOB, IPUCYTCTBYIOT XapaKTepPHbIe ITOBTOPHOCTH HYKJIECOTUIHBIX
nocjenosareabHocTeil, B yactHocT TATA-Gokce. Takne xapakTepHbie M0-
BTOPHOCTH HYKJICOTHIOB BCTPEUAIOTCS B PA3HBIX PETYIATOPHBIX 3JIeMEHTaX
TeHOMa ¥ HA3bIBAIOTCS MOMuGami. BBIABIEHDI TakKe 0COOBIE MOCTIEN0BA-
TENBHOCTU-YCUITUTEIN — 9HXAHCEPHL, CTTOCOOCTRBYIONIIE HAYATY 9KCITPEC-
CHU TeHa He3aBUCUMO OT PACCTOSIHUA U PACIIONOKEHNUS OTHOCUTEIBHO TOY-
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KW MHUIIHAIIAY TPAHCKPUTIIIAN., JHXAHCEPBI 0OBIYHO COCPEIOTOUEHBI BOJIH-
31 TPOMOTOPHBIX 30H. [Ipy MyTanuu B 0THOM U3 3JIEMEHTOB TIOCJIE/I0BA-
TEJLHOCTH HHXAHCEPA €T0 aKTUBHOCTH MOKET CHU3UTHCS Ha MOPSIOK, HO
TIPU JIEJIETIAH BCETO AHXaHcepa A(D(hEKTUBHOCTD TPAHCKPUTIITUU MOKET CHU-
3UTHCS Ha JIBa MOPs/Ka, T.e. B corau pa3 (Cunrep, bepr, 1998).

OTHOCUTEJIBHO HEJIABHO OBIIIO 0OHAPY/KEHO 0C000€E IMUTEHETHIECKOE
SBJIEHHUE TIOCTTPAaHCKPUIIIIMOHHOTO pefnakTupoBanus MPHK, kotopoe 3ak-
JIIOYAEeTCS B TOM, YTO BO BPEMSI TIPOIECCUHTA TPOUCXOAUT 3aMeHa OJTHUX
HYKJIEOTU/IOB Ha JIPyTHe W HAOJIOaeTCsl TPAHCIMPOBAHHUE YIKe MHOM MOC-
JIeJIOBaTEIbHOCTH, YeM Oblia B ucxopuoit MPHK. PenaktupoBatue ocyiie-
CTBJIAETCS 32 CYET HMUTEHETUIECKIX TTPOTIECCOB COOTBETCTBYIOMUMU (hep-
MEHTHBIMH cucTeMaMu. B pe3yibraTe Ha OCHOBe «HcIpaBiIeHHO» MPHK
OCYTIIECTBJISIETCSI CHHTE3 «ITPABUJIbHON» MOJTUIIETITUAHON 1€, KOTOPYIO
HeJb3s1 ObLIO GBI MOJMYYUTh G€3 TAKOTO pelakTupoBaHust. TakuM o6pasom,
AMUTEHETUIECKAS CUCTEMA MOKET OTIPE/IETUTD, KAKHe OCHOBAHUS HYKHO
YIAJIUTh, YTOOBI TTOTYUUIICS TIOJTHOIIEHHBIH OEJIOK TIPU TPAHCIUPOBAHUN,
T.e. BO3MOJKHO, UYTO CYTIECTBYET MEXaHU3M CPaBHEHUS MOTEHIIMATHbHOTO
6esTKa ¢ UMEIOIIUMICST TIPABUJIBHBIME GeTKaMU. ITO MO3BOJISIET TIPE/ITOJIA-
raTh BO3MOKHOCTD SMMUTECHETUYECKOH TTepeaurt nHGOpMAIUU B HATIpaBJie-
uuu benok— >PHK (Kusorosckuii, 2003).

[Mepecrpoitku JTHK MoryT ObITh TIpe/ICTaBIeHbI HEAJIEIbHBIM U He-
PELUIPOKHBIM KPOCCUHTOBEPOM; TpaHcnosuimeii dparmentos JHK B apy-
roii JIOKyC; aMnanduiamnmeil — MHOKeHHeM (KOIMMPOBAHNEM) yY4acTKa
JHK B Buzie Tanziema uin B pa3HbIX JIOKycaX; JeJenueil — ylaJeHneM yJa-
crka JJHK; Heromosornunoii pekomOunalueii. BoaMosKHBI IiepecTpoiiKu
(hraHKUPYIOMUX PEryIITOPHBIX MTOCIEI0BATENIBHOCTEN, YTO MOXKET TIPUBO-
JUTH K GJIOKUPOBAHUIO HKCIIPECCHH, a TIPH 0OPATHOI MepecTpoiike — K ee
BoccTaHoBJIeHUI0. OGHAPYIKEHO SIBICHIE TPOTPAMMUPYEMON CHCTEMHON
PEOPraHu3aIiy U PEMOJIETUPOBAHNS TeHOMAa B OTBET HA HOBbIe aHTHUTEHBI,
TETIIOBOI IIOK U WHBIE (DAKTOPBI.

BaskHO MOAYEPKHYTD, 4TO COOCTBEHHO MYMAUUAMU SBISTIOTCST U3Me-
HeHUs TocseoBaTespHoCTH Hykaeotunos B JJHK. B cayuasx, korga Takoe
usMeHenue (MyTaiusa ) ocyuiecTsuiach B Tom Mecte JJTHK, koropoe obecrie-
ynBaet TpaHckpuniuio MPHK u coorBeTcTBeHHO cHTE3 Geka, MOKET
U3MEHUTHCS TPUILIETHBIN KOMOH. JTO TIPUBEET K 3aMeHe aMIHOKICJIOTHI,
KOTOPasl ONpeiesisieTcs] IaHHbIM KOZOHOM. Takoe siBJieHre TIPUHSATO Ha3bI-
BaTh TOUEYHOI WJIM TOUYKOBOIT MyTanueil. [logasisioniee yrcio u3aMeHeH-
HBIX 6EJIKOB (DYHKIIMOHUPYIOT HEHOPMAJIBHO U TEPSIOT CBOW OCHOBHBIE
CBOIICTBA, BKJTIOYAS OIIPeeIEHHYIO TPEXMEPHYIO KOH(MUTYPAIINIO, U MyTa-
MU, TPUBOAAIINE K UX 06Pa30BAHWIO, UPE3BBIYANHO BPEAHBI. V3BECTHBIM
IPUMEPOM TaKOTO KPYITHOTO HAPYIIEHUsT (DYHKIIUY, BBI3BAHHOTO BCETO OJI-
HOIT AMUHOKUCJIOTHOH 3aMeHOI, siBJisieTcsl (heHOMEH CepIIOBUHOKIETOY-
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HOW aHeMUH, KOT/[a HAPYIIAeTCsT CIIOCOOHOCTD TeMOTIOOUHA TTEPEHOCUTD
KUCTOpozi. VI3BECTHO, 4TO MOJIEKYTa TEMOTJIOONHA SIBJISIETCST TETEPOIIME-
POM, COCTOSITIINM U3 JIBYX CL-TIeTel 1 ABYX B-1emeil. Y OOJbHBIX CEPIIOBUI-
HOKJIETOYHOW aHeMUeH B 6-M MOJOKeHUH B-11eTTH, cocTosmel n3 146 amu-
HOKWCJIOT, TPOM30IILIA BCETO OTHA AMIHOKHCIOTHAS 3aMeHAa: BMECTO TIIyTa-
MWHOBOI KUCJIOTHI TOMETAETCS BaJIMH. 3aMeHa TIPUBOIUT K TOMY, 4YTO B
TOMO3HUTOTHBIX 10 3TOMY TeHY 9PUTPOIUTAX OOJIBHBIX JIOJEH, a TAKKE B
MEHBIIEH CTETIEHN Yy TeTEePO3UTOTHBIX, TPOUCXOAUT (GOPMUPOBAHIE IUTAH-
TCKUX arperanuii HapyIeHHbIX MOJIEKYJI TeMOTJIO0MHA, U OHU CHJIBHO Jie-
(hopMupYIOT KJIETKY, TPUBO/S K XapaKTEPHOIT CEPIOBUIHOCTH.

ITpu pervmukaruu JJTHK depmentabrii JJHK-mommmepasHblil ancamOb
CTIOCOOEH K PEMAKTHPOBAHUIO 1 Peraparuu omuOok. CrucreMa KOMTHPOBAHST
paboTaet ¢ MOPasuTeNbHOI TOUHOCTHIO U BBICOKOH CKOPOCTHIO: 0T 500 0cHOBa-
HUH B ceKyHIy y 6axtepuii 10 50 OCHOBaHMUIT y BBHICTTHX MO3BOHOYHBIX (CTim
u 1p., 2002). Cpenasst yacToTa MyTaIUi TI0 PAa3HBIM OI[EHKaM, OUEBHUITHO, OKO-
710 1071 (Bcero ogua omubka Ha 10 MULIMAPAOB IIPOYMTAHHBIX OCHOBAHMUIA ), a
makcumasbaast — 105, TIpu Berpede ¢ omubounbiM yuactkom JJHK-mommme-
PasHbIil «aHCaMOJIb» Y3HAET €0 10 NCKAKEHUIO ABOMHON CITPAJIT, 3aT€M 3TOT
y4acToK (HenpaBUIbHOE OCHOBAHUE WJIN TPYIITIA OCHOBAHUI ) BBIPE3AETCS 1 HA
€TO MECTO BCTABJISIETCST TaKast 3aMeHa, KOTOPast OJKHA ObITh. Permnkarms
JTHK ocymiecrsisiercst 3a 5-20 wacoB. Beiiire urcsio omnboK Ipu KOUPOBa-
HUY, BKIoYaomieM ofuotenodedtbix PHK-1ocpenaukos, T.e. ipu mipespaiiie-
nuu PHK B JIHK 1 Hao60poT, nockobky dhepmenTble cicreMbl PHK-11051m-
Mmepasbl, PHK-permimkasbr 1 06paTHOM TPaHCKPUIITa3bl He UMEIOT (OYHKITUI
poBepky 1 ucrpasaennst omm6ok (Cru u ap., 2002).

CuieroBaTesibHO, MPOIECC TPAHCKPHITIIMU 0OCTABIEH OYEHb CJAOKHBIM
KOMIIJIEKCOM HEOOXOAMMBIX MOJIEKYJISIPHBIX CTPYKTYP M UX B3AUMOJIEHCTBII,
a TaksKe MPUCYTCTBHUEM CIIEIU(UYHBIX (hePMEHTOB, 63 KOTOPHIX OH HE MOKET
HU HAYaThCsI, HU 3aBEPIIUTHC. [lepBUYHBIN TPAHCKPUIIT B JAJIbHENIIEM TTOT-
BEPraeTcsi CIVIAHCHHTY, IPHYEM, KaK YiKe OTMEYaI0Ch, HAOJIOAAIOTCST BapruaH-
ThI TPAHC-CIVIAUCUHTA U AJIETEPHATUBHOTO CIUIAMCHHTA, KOTOPbIE 00eCIieunBa-
I0TCsI HE MEHee CJIOXKHON apaHKUPOBKOW MOJIEKYJISIPHBIX B3aMMO/IECTBUI,
4yeM cama TpaHcKpuiiust. HakowHell, HACTyIaeT aTar TPaHC/ISAIIHI TPAHCKPUII-
Ta, KOTOPast TOsKe 0OECTIEYNBACTCS CJAOKHEHIITMMU U CHEIU(IIHBIMI B3AHMO-
nedicteusimMit. [Tpu HecoOUTOIeHIN HEOOXOIMMBIX YCJIOBUET M HEJIOCTATKE CIIe-
[HUIECKIX KOMITOHEHTOB OHU MOTYT TIPEPBATHCS MOYTH HA JTIOO0N CTAMN.
[Toaromy posib anIreHeTHYECKUX (HAATeHETUIECKUX ) B3AUMO/IEHCTBUI TIPO-
JLYKTOB TEHOMa, 0OECTICYNBAIONINX STH MTPOIIECCHI 10 TIEPEBOLY MOJIEKYISPHO-
reHeTUYeCKOl THGOPMAIINK B MOJIEKYJISIPHO-(DEHOTUITUYECKYIO, KPAlTHe BeJIi-
ka. OT CIKEHHOCTH 1 HAJIEKHOCTH PaBOThI ATTUTEHETHYECKOI CHCTEMBI 3aBH-
CSIT BCE 9TAITbl U3BJIEYEHNUST HYXKHOI FeHeTUYeCcKOl nHhOpMauy 1 ee (heHOTH-
[INYECKOTO OBEIIECTBJIEHNUS B PA3BUTUN.



ITIABA 5. MOJIEKYJIIPHAA SITUTEHETHKA 203

dnurenernyeckas poJb 6enkoB-manepoHoB. [Taneporunr (1eiine-
POHUHT) MOJIEKYJT HCXOTHO ObLI 3aMeUeH Ha IPUMEPE TPOTEHMHOB TSIKETOT0
reriosoro moka (TTIIT) — «heat shock proteins» (Hsps). 91u 6esiku 0cob60
MHOTOYHMCJIEHHBI B KJIETKAX, TTOJBEPTHYTBIX CPEIOBOMY CTPECCY, B KOTOPBIX
OHU TIOMOTAIOT PEAKTUBUPOBATD JeCTa0UIN3UPOBAHHbIE U/ U aTPErupo-
BaHHble 11oce BosaencTus 6eskn (Parsell, Lindquist, 1993). Boabummcrso
TarepoOHOB TAaKKe UMEIOTCS M B HOPMAJTBHO PACTYIINX KJIETKAX, T/Ie CITyJai-
HbIE HAPYIIIEHUST CBEPTHIBAHUS OEJIKOB B TPEXMEPHYIO CTPYKTYPY BCTpeUa-
I0TCS AHAJIOTUYHO HAPYIICHUSM, BEI3BAHHBIM MYTAIMSMU, M TEM CaMbIM
YMEHBIAIOT UX CTPYKTypHyTo crabuibiocTs (Tomala, Korona, 2008).

MexaHu3MBbI IeHICTBUS MTATIEPOHOB, MTO-BUAMMOMY, CXOIHBI, HE3aBH-
CHUMO OT UCTOYHUKA X TMOBPEKICHUS: B PE3yJIbTaTE CPEIOBOTO WU MYyTa-
[MOHHOTO BO3zielicTBUs. THAPO(hOOHBIE YUACTKH MOJUIIETH A, HOPMAIBHO
MOTPY;KEHHBIE BHYTPh MPOTENHA, CTAHOBSTCS BBIBEPHYTHIMU HA TTOBEPX-
HOCTb MOJIEKYJIBI. DTO CUTHATU3UPYET MAlepPOHAM O TOM, UTO TTPOTEWH
noBpeskieH. [lyTeM MpucoeinHEHNs K eCTAOUTU3UPOBAHHOMY TIPOTEMHY
U OTCOEJMHEHUS OT HETO, IMAMEePOHBI OCYTIECTBISIOT HAa HETO CBOE JIBOMHOE
BO3IeiiCTBIE: OHU OJIOKUPYIOT HAPYIIIEHHbIE TIPOTENHBI, COCAUHSISICh ¢ THI-
POhOOHBIME OTTACHBIMU YACTSIMU, W OCYIIECTBIISIIOT UCIPABJICHNIE UX KOH-
(uryparuu Ha HOPMaJbHBIN BapUAHT CTPYKTYPBHI U cBepTKH Oeska. T1o-
CKOJIbKY CUTHAJI O HapylIeHW: OeJIka U MEXaHU3M €T0 BOCCTAHOBJIECHUSI
SIBJISIIOTCST YHUBEPCATBHBIMU, TO YHUBEPCATBHBI 1 MEXaHU3MbI BOCCTAHOB-
JIEHUs HapYIIEHUii, BOSHUKIINX MPU CPEIOBOM CTPECCE WJIH TIPU FeHHON
mytaruu. [Ipu Hapyiennn HopMaiabHOM QYHKIIUHN TATTEPOHOB (hEHOTHITH-
yeckue abeppanui IPOSBIAIOTCS 3HAUUTEIBHO Yallle, BKI0Yast YacTOTy
MPOTENHOB C HAPYNIEHHOW CTPYKTYPOUl 1 (DyHKITHUE.

3a [1Ba MOCTIeHUX AECATUIETH BBISIBJIEH IMTUPOKUIT CIIEKTP (QYHKIIUI
IAMEPOHOB B KJIETOYHBIX mporieccaX. OHM 06eCeynBaioT MOMOTIh TIPH VK-
najike (ponaunre) 6eTKOB KaK BHOBb MOABJISIONMXCS, TAK U YKe TaBHO Cy-
IECTBYIONINX, CMIOCOOCTBYIOT MEPEMEIEHIIO GEJIKOB, PEMOJICJIIHTY, TTPOTIeC-
caM cekpenuu u gerpagaiuu nporenros (Tomala, Korona, 2008). Xors mia-
TIePOHBI, YYACTBYIOIIME B 3TUX MPOIECCAX PA3IUIAIOTCS, & TAKKE YacTo He-
TOMOJIOTHYHBI, BCE OHU PACMO3HAIOT CBOU GEIKOBBIE CYOCTPATHI CXOIHBIM
o6pasom. TTpu HOPMATLHOM KJIETOUHOM MeTaboIM3Me CKPETIeH e ecTabu-
JIN3UPOBAHHOTO TIPOTEMHA MATIEPOHOM — 3TO TIEPBBIN IIAT K JAaJbHeNUIIeMy
TPOTIECCUHTY. 3aTeM MOJIUTIETITHL MOXKET OCBOGOANTECS M TTPOIOJIKUTE CBOE
CBOpaYMBaHUE B TPETUUHYIO CTPYKTYPY. lllamepoHsr MOTyT ocTaHaBIUBAThH
ATOT MPOIIECC UJIU TIOBOPAYMBATD €T0 BCIIATH, TPOTHBOAEHCTBYST €r0 TPAHC-
JIoKAIn U Moamdurari. IHTepecHo Takike, 4To GOMBITHHCTBO MANepPOHOB
PacMo3HAOT HeCTAOUIIBHBIC TIPOTEMHBI U TIOATATKUBAIOT WX K JICTPAJIATIUHL.

Ha panneit ase ykianku BHOBb CO3/1aBA€MbIX IIPOTENHOB MOJIEKYJIa
mamnepona Hsp40 npucoeaunsercsa k pubocome (rHsp40), aktusupyer
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MOJIEKYJTY IIUTO30I6HOTO Miarepora Hsp70 u HampasJisieT ee K MpOTATUBa-
eMOMY TOJIUTENTU/LY. DTOU CTATUN KO-TPAHCIAITMOHHOTO TAePOHNHTA
MOJXET 6I)ITI) JOCTATOYHO IJII MHOTUX 6CJIKOB. B APYIUX CUTyaludaxX IJisd
YKJIQJIKW TIPOTENHA HEOOXOIMMa MOCT-TPAHCISIITMOHHAS MTOJIEPKKA CO CTO-
ponbr marnepona Hsp70. Hakownerr, manepon Hsp70 MokeT HanmpaBisTh
nosmtenTtu/ K manepony Hsp90, KoTopblit HHUIUUPYET TOCTEeHION (hasy
YKJIaaKu cTpyKTyphI Oesika. Komrieke maneponos Hsp70/ Hsp90 obecrre-
YUBAET KaK UCIPABJEHIE CTPYKTYPhI O€JKa, TaK U, IPU HEBO3MOKHOCTHU
9TOTO0, HATIPABJISIET UX HA TIPOTEOCOMBI, TJI€ C TIOMOIILIO KO-TITAEPOHOB (Ha-
npumep, CHIP) uzet nerpagaiust 6eJIKOB 1 UX pazdbopKa.

[Taneponst, SIBISISACH XeITIEPAMU BO BPEMSI CTPECCA, MOTYT CTAaTh KOH-
TPOJIepaM¥ BO BpeMsi HOpMaJIbHOTO MeTabosnsMa. OHU MOTYT (heHOTUTIH-
YeCKW MaCKHpPOBaTh TeHeTHUYecKywo pasaHopoanocth (Rutherford,
Lindquist, 1998; Tomala, Korona, 2008). B Hacrosiiee BpeMst 00CysKaaeT-
Cs1, KaK MIarepPOHbI MOTYT B ATOW CBSI3U BJUSTH HA CUJIY OYHIIAIONIETO OT-
6opa. B 11eJ10M MIarepoHbl OKa3bIBAIOT CTAOUIM3UPYIONTHiT ah(dEKT Ha reH-
HYIO CETh U fieficTBUE MyTaIlUil ¢ GOJIBIIOI BEPOSITHOCTEIO 3a0ydhepuBaeT-
cs1, KOT/Ia CETh yCTOWYMBA, UMEHHO Osiarofapst marmneponam. QUeBHIHO, UTO
ﬂeﬁCTBHe CaMOI CUCTEMbBI NIamepoHoOB U PE3YJabTaT UX A€ATECIbHOCTU MOTYT
paccMaTpuBaThCs Kak 0COObIi 1 3(hPEKTUBHBIN STTUTEHETHIECKUN MeXa-
HU3M, IMEIOIINI BaKHOE IBOJIOIMOHHOE CJIEICTBUE.

IlceB/OreHbl ¥ MOBTOPSAIOMIHECS MOOUIbHBIE 3I€MEHTHI TEHOMA.
Hapsany ¢ renamu B reHoMe UMEIOTCS TICEBIOTEHBI — TaKNe YYaCTKU TeHOMA,
KOTOpbIe 6JIM3KK (MHOT/IA TIOUTH WICHTUYHBI) TT0 CBOCH CTPYKTYpe HOP-
MaJIbHbIM aKTUBHBIM T€HAM, HO He SIBJISTIOTCST MX AJIJIEJISIMU M He KOAMPYIOT
06BIYHbIC TEHHBIE MTPOAYKTHL. Kak mpaBuiio, mceBaoreHsl UMEIOT CTPYKTYP-
Hble HAPYIIEHUS B PEryJISTOPHON U/NIU KOAMPYIOIIeil 4acTsaxX. Y HUX, Ha-
TPUMEP, MOTYT OBITh TOJBKO YaCTUYHO U3MEHEHBI TEPMUHAIBHBIE PEryJIsi-
TOPHBIE TIOCJIE0BATETBHOCTH, TIO9TOMY HAPSIY C MOJTYATIIUMH MICEBIOTE€HA-
MU, BOSMOXKHBI U TAKHE, KOTOPbIE CTOCOOHBI TPAHCKPUOMPOBATH U TPAHC-
JIMpOBaTh AeekTHbIE TOMUTeNnTH/IbL. [[0CKOIBKY ITCEeBIOTEHBI YaCTO SIBJISI-
10TCsI (PITAHKUPYIOMIUMU CTPYKTYPAMU C AaKTUBHBIMI F'€HAMM, TO UX TIPOUC-
XOJK/IEHVIe CBS3bIBAIOT Yallle BCETO C sIBJIEHUEM aMITHpuKanuu (yMHOXKe-
HUsI) TEHOB, MPUBOJAIIEN K TAHIEMHBIM oBTOpaM. lIlceBaorensr yacto
UMEIOT Y€PThI, CXOHBIE C TPAHCKPUIITAMU, TIOJTYY€HHBIMU C AKTUBHBIX Te-
HOB, HallpuMep IoJauageHuaaTHbie XBocThl (poly(A)—xBocT), KOTOpbIe
MPUCOEANHSIOTCS 0OBIYHO K 5'-raupyiomieil ocienosareabioctn MPHK.
[ToaTomy, ckopee Bcero, TaKkue MCeBIOTEHBI SIBISIOTCS MPOAYKTOM (SKepT-
Boit) obparHoil Tpanckpunuun PHK u Tpancnosuimm.

B cTpykType reHoma MpHCyTCTBYET TaK:Ke JOBOJIBHO MHOTO ITOBTOPSI-
IOIIUXCS TTOCTIeZIOBATEIBHOCTE PA3HOTO THIA. B TeHOMax MIIEKOTIUTAIONINX
Komupytolire GyHKINOHATIbHBIE 9K30HBI COCTABJISIOT 10 2%, TIOBTOPSTIIONIN-
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MUCST 9JIEMEHTAMU He 9K30HHOU MPUPOIBI 3aHATO 10 50% reHoMa, U TOIbKO
48% TIpUXONTCST Ha YHUKaIbHBIE TIocenoBarensrocTr JIHK, GompmmHcTBO
13 KOTOPBIX MPOU3OILIN OT MOGUIBHBIX 9JIeMEHTOB. [EHOMBI COZIEPIKAT Tepe-
MeKaIOIIUeCs TIOBTOPHBIE TIOCTIE0BATETBHOCTH, KOTOPbIe aMIIIN(UITNPOBA-
JIUCh TIPU TIEPEMETEHUHN TI0 TEHOMY, T.€. CIOCOOHBIE K TPAHCIIO3UIIUN 3JIe-
MEHTBI. YCTAaHOBJICHO, UYTO OHM B3aUMOJIEHCTBYIOT C IEJIBIM TeHOMOM U BJIU-
SIFOT Ha €T0 9BOJIOINNI0. B 1oceiHme TO/Ib OBLIN OTKPBITHI TAK HA3bIBAEMbIE
KacceThl TpaHcmo3upytomuxcs anementToB (TD) — TIA-xaccerwr (TE-
cassetes), YTo ABJSETCS, TO-BUANMOMY, HOPMOT, a He nckouerreM (Lorenc,
Makalowski, 2003). O6napy:xeHo nprcyTcTBre TI-KacceT y BeeX T03BOHOU-
HBIX. BeJIKY, B CO3/IaHNM KOTOPBIX UTPAJK PpoJib TO-KacceTsl, 00IaatoT Bee-
MU OCHOBHBIMU (DYHKITUSAMIL: OEJIKU CITUBKU HYKJIEMHOBBIX KHUCJIOT, OEJIKHU-
(hepMeHTBI, CUTHAJIbHBIE TPAHCAYKTOPBI, CTPYKTYPHbIE GEJTKU, MOJIEKYJIbI
KJIETOUHOIT a/ITe31HU, PErYJISITOPBI allONTO3a, PETYJISITOPBI PaOOThI (PePMEHTOB,
GEIKM-TPAHCTIOPTEPBI, PETYJISTOPDI KIETOUHOTO TIMKJIA, TUTUPYIOIIHe 1 Ges-
KU TETUIOBOTO IOKA — Wanepousl, OEJIKM UMMYHHOT 3all[UThI 1 MHOTHE JIPY-
rue, GyHKINA KOTOPhIX Toka HescHa. A. Jlopenit m B. Makasoscku (Lorenc,
Makalowski, 2003) cunTarot, 4TO FeHOMBI UCIOIB3YIOT TAKHE KACCETHI KAK
TOTOBBIE JIJIST UCTIOJTb30BAHMS MOTUBBI TP 9BOJTIOIIMOHHBIX MTEPECTPOITKAX.

[TepecTpoliku reHOMa, CBSI3aHHBIE C TIOBTOPSIOMUMUCS TTOCIE0BA-
TEJBHOCTSIME, MOTYT OBITh KaK CIyYallHBIMU, TAK U 3aTIPOTPAMMUPOBAHHBI-
Mu. Muorue nosropsiomuecsa cermerTsl JJHK ¢noco6HbI K MOOMIBHBIM
TPAHCTIO3UIUSAM ¥ Ha3bIBAIOTCSI MOGUIBHBIME dyieMeHTamMu. [locse BeTpan-
BaHMsI MOOUJIBHOTO 9JIEMEHTA B HOBBIN CAlT MOXKET MPOUCXOIUTD HApYIIie-
HUe UM M3MeHEeHUe CBOWMCTB PEeTyJIsIIUU dKCIpeccHu TeHoB. HekoTopsie
MOOWJIBHBIE AJIEMEHTBI COIEPIKAT PETYIISITOPHBIE SIEMEHTDI 1 00ECTIeYnBAIOT
HOBbIE BAPUAHTHI PETYJIAIIMU TeHOB. Bee aTH BapraHThl MOOUTBHBIX 2JIEMEH-
TOB 06YCIOBIMBAIOT GBICTPYIO TIEPECTPOIKY CTPYKTYPHI FeHOMA, KOTOPast
YaCcTO CONIPOBOXKIAETCST MI3MEHEHEeM (DYHKIIMOHUPOBAHMS T€HOB-MUIIIEHET.

MoO6uIbHbIE 2JIEMEHTBI CIOCOOHbBIE K TPAHCIIO3UIUU OOBIYHO COEP-
JKaT TeH WU PSijl TEHOB, 06ECTIEYMBAIOIINX TPAHCIIO3UIINIO, a HAa KOHIIAX
MMEIOT XapaKTepHble MHBEPTUPOBAHHBIE MOCAEI0BATEILHOCTH, HEOOXOH-
MBIE JIJIsT OCYIIECTBACHUS TPAHCTO3UIINU. VIHOT/Ia MOOUITBHbIE 9JIEMEHTBI
coziepKaT reHbl, 06eCTIeunBaoNNe BAKHBIE CBONCTBA TPY U3MEHEHUN YC-
JIOBUH, TPUBOAAIINE K MyTareHHBIM ITOCJEICTBUSIM MTOCJIe TPAHCIIO3UITIH.
Hamnpumep, n3BecTHbB MOOUITBHBIE 3JIEMEHTHI, KOTOPBIE UMEIOT TE€HbI, YCU-
JIMBAIOTIHE YCTOMYMBOCTD K aHTHOHOTHKAM. acTh MOOMIBHBIX 2JIEMEHTOB
crocobHa K TPaHCTO3UIK 6e3 06paTHON TPAHCKPUTIIIUU, UCTIOAB3YST JIJIsT
aTOro (pepMeHT TpaHcmosasy. iMenno takue T3, obecreynBaloniye mecT-
POTY OKpacku 3epHa, OB OGHAPYIKEHBI B KJIACCHYCCKUX MCCAECTOBAHUSX
naypeara Hobenesckoit ipemun bapbapb Mak-KAnHTOK y KyKypyssl U
HAa3BaHbI «IIPHITAIONTIMI TeHAMU», VJIU TPAHCIIO30HAMH.
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Ecsin TpaHCnosunust TPOUCXOAUT TIPU TPAHCKPUTIIIUY 1 06paTHON
tpanckpuriu [JTHK, takue MOOMIbHBIE 3I€MEHTBI Ha3bIBAOTCS Pempon -
pancnosonamu. Oun 06JIATAI0T CETMEHTOM, KOTUPYIOIIM 0OPATHYIO TPaHC-
kpurtady. YacTh peTpOTPaHCIIO30HOB NMEET KOHIIEBBIE TOBTOPDI, a TI0 CBO-
eif CTpyKType 1 crocoby TPAaHCIO3UI[II HATTOMUHAET TIPOBUPYCHI PETPOBU-
PYCOB, HO HECTTOCOOHBIE METh aKTHBHbBIE (DOPMBI BHE KJIETOK, KaK, HATIPH-
Mep, Y PETPOBUPYCOB. Y IPYTUX PETPOTPAHCIIO30HOB KOHIIEBBIE MHBEPTH-
POBaHHbBIE TOBTOPBI OTCYTCTBYIOT. HeOGX0IMMO OTMETHTD, YTO BCE PETPOT-
PAHCIIO30HbBI UMETOTCS JIUIID Y 3YKApUOT.

Perporpancniosons n3BecTHbI 1BYX TUNOB: LTR-Tpancnosons! (0T
Long Terminal Repeats — ¢ mpoTssKeHHBIMU TEPMUHATLHBIME TIOBTOPAMH ),
KOTOPBIE CTPYKTYPHO HATOMUHAIOT PETPOBUPYCHI, HO He (POPMUPYIOT CTIEIH-
anbHOM 060JIOUKN 3a TIpeeaMu KIeTKH 1 He- LT R-Tpancmo30Hb! AByX Xa-
pakrepubix cemeiicTB: SINE u LINE. IlepBoe cemeiictBo — SINE — ato
CPaBHUTEBLHO KOPOTKHUE IuctieprupoBannbie oBTopbI («Short INterspersed
rEpeats»), sritouatoniie 10 300 m.u. OHU He CITOCOOHBI K aBTOHOMHO
TPAHCIIO3UIINY Oe3 YUACTHsI IPYTHX 9JIEMEHTOB TeHOMa. Bropoe cemMelicTBO —
LINE — orHOCHTENBbHO AJTWHHBIE IUCTIePTUPOBaHHBIE TOBTOPH («Long
INterspersed rEpeats»), B cocTaB KOTOPBIX BXOAUT He MeHee 6 ThICSY I1.H.
ITa TpyIia peTpoTPAHCIIO30HOB CIIOCOOHA K aBTOHOMHOMW TPAHCIIO3UIINH,

[Mpenmnomnaraercs, uro SINE — 310 1mpoiieccupoBaHHbIe TICEBIOTEHDI,
KOTOPBIE UCXOIHO OTHOCSATCs K reHam I11 kiacca, T.e. TeM, KOTopbie 00BIYHO
koaupyior TPHK. BbLj10 10KazaHo, 4To y KasKA0ro BHIa UMEETCsI CBOii Habop
SINE-cemeiicTB TeHOB. Y TPBI3YHOB B cocTaBe peTpoTpaHcno3onoB SINE
BCTpedyeHo orpoMuoe cemeiictso MIR-niocieoBaresbiocTeil. Y npuMaTos
M3BECTHO MHOTOUHCIICHHOE ceMeicTBo Alu-mocsieioBaTebHOCTEH, Ha3BaH-
HBIX TaK M3-32 TOTO, 4TO BCE OHU COJIEPIKAT caliT st aHAoHyKIeassr Alul.
Yeranosieno, uto Alu-mocieoBaTebHOCTH CIOCOOCTBYIOT JCJICIIHSM.

LINE-nocnemoBaresbHocT TOXKE (hJIAHKUPYIOT T€HBI, BCTPEYAIOTCS B
natponax u caresutHon JITHK, o B otmame ot SINE-niocsieioBaresbro-
CTeil He ABJSIOTCS TICeBOTeHAMY OOBIYHBIX TeHOB. OHU, MO-BUINMOMY,
TPEJICTABISIOT COO0N MOOMIIBHBIEC IEMEHThI, KOTOPbIE aMILTU(DUITNPOBa-
JINCh U BCTPOUJIUCDH B HOBBIE CAITHI B PE3yJIbTaTe 00PATHOMN TPAHCKPUTIIIUHI
PHK (Cwunrep, Bepr, 1998).

CyriecTByer eliie OIMH KJIacC — Pempono3onsl, 1M PETPOreHbl, KOTO-
pble He UMEIOT HU KOJIUPYIONINX [TOCJIeJ0BATEeIbHOCTEN, HM KOHIIEBBIX T10-
BTOPOB, XapaKTEPHBIX JIJIT TPAHCIIO30HOB U PETPOTPAHCIIO30HOB, HO 06JIa-
JATOT Ha OJTHOM U3 KOHI[OB Tak HaszbiBaeMoit AT-60raToii mocse10BaTe IbHO-
cThio u Tpancmnodupyiorces ¢ nomoinisio PHK mocpennuka. Mmerorces takxke
sugoreHnbie perposupychl — DPB (ERVs — endogenous retroviruses), ko-
TOpBIE TIPOUCXOAAT OT PETPOBUPYCHBIX MH(MEKITNI repMUHATUBHBIX KJIETOK,
KOTOPbIE «TOMO3UTOTU3UPOBAINCH> U CTAJIN TOCTOSHHBIM T€HETHYCCKUM
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3JIEMEHTOM XPOMOCOM MOTOMKOB. CBoeoGpazHoil rpymnoil T aBisgioTCS
MOOWMJIbHBIE UHTPOHBI, CMTOCOOHBIE K TPAHCIIO3UIUH MTPH CIITAUCHHTE TOC-
e cozmarust PHK-Tparckpunta. HakoHell, 6bLIM OTKPBITBI WHBIE IO TTPUH-
Uy TPAHCIO3UIIUK MOOUIbHBIE TD — TPAHCIO30HBI, HE SBJISIONIAECS
perpoanemenTamu. Cpeit HUX, HATPUMeED, U3BECTHBI MUHUATIOPHBIE TPAHC-
MO3UPYOIINEcs aJieMeHThI ¢ 00paTHbiMu mosropamu — MITE (Miniature
Inverted Repeat Transposable Elements), a takske FB-Tpancmnosomst (o1
Foldback — obpaTrast metsist), MapKUPOBaHHbBIE XaPAKTEPHBIMU TAHIEMHbI-
MU O6PaTHBIME TEPMUHAIBHBIMI TOBTOPAMU U JIPYTHE TPAHCIIO30HBI.

Bcee niporieccsl Tpancnosuim MooubHbIX asemenToB JJHK conpsikenb
¢ GBICTPOI TIEPECTPOIKO# CTPYKTYPBI U (DYHKITMN T€HOMA, MOTYT BOSHUKATh B
pesyJibrate u3MeHeHHsI YCJIOBUH CPEJIBI, YIIPABJISIFOTCST U PETYIIUPYIOTCST 6OTb-
[IUM 9UCJIOM GEJTKOB-(hEPMEHTOB U MHBIX PETYIUPYIONIUX SITUTEHETHUECKIX
(axTopoB. HacTb mepecTpoek MOKET MPUBOANUTH K (POPMUPOBAHUIO U JIJIU-
TEJTLHOMY HACJIEJIOBAHUIO TAK HA3BIBAEMBIX JIOJITOBPEMEHHBIX MOAM(DUKAITII
denoruna (Bacunbesa u ap., 1995 a, 6; JKusorosckuii, 2003). Takum o6Gpasom,
MOGHJIBHBIE 3JIEMEHTBI MOTYT UTPATh POJIb TIEPEKJTFOUATENEH PA3BUTHS, TIepe-
CTPOWKU reHOMa YacTO OCYIIECTBIISIOTCS B OTBET Ha ITPSIMOE BO3/IEHICTBIE Cpe-
JIbI,  TPUOOPETEHHBIE HTTUTEHETHYECKITE M3MEHEHNUST, OyIyUr 9KCTIePUMEH-
TaJILHO 0OPATUMBIMU, CIIOCOOHBI TEM HE MEHee JITUTEJIBHO HACTE0BATHCS B
uypezie MHOTHX MTOKOJICHUT, @ BO3MOKHO, M 3aKPETISATHCS B IATbHEHTIIEM.

MetunupoBanue JIHK u cucremMbl snureHeTHY€CKOM HACI€CTBEH-
Hoctu (CIOH). B nocsientee BpeMsi OCHOBHBIMU MOJIEKYJISIPHBIMU AITHATE-
HETUYECKUMU U3MEHEHUSIMUA CIYUTAIOT T€, KOTOPbIe CBsI3aHbl ¢ 1uddepeH-
[UaJbHBIMU M3MEHEHUSIMU 9KCIIPECCUU TEHOB U 0e3 HapyLIeHUsT HYKJIe0-
TuAHON TTocsenoBatesbiocT [JJHK ycToiiunBo HacaenyoTest B psiLy MUTO-
TUYECKUX U MeloThnueckux aenennil kietku (Jablonka, Lamb, 1998, 2008).
HauGosee n3BecTHBI JBa TAKUX MEXaHI3Ma, KOTOPbIE BIUSIOT HA DKCIIPEC-
CHIO TEHOB: MOAN(UIIMPOBAHNE TUCTOHOB HYKJIEOCOMHOTO KOPa U METUJIU-
posanue JIHK. Eciin xpoMaTia KoH/IeHCUPOBaH, TO (DaKTOPHI, PETYTUPYIO-
e 9KCITPECCHIo TeHOB, He MOTyT nelictBoBath Ha JJHK, mosTomy rembr
HAXOJSITCSI B «BBIKJTIOYEHHOM» COCTOSTHUM. HarrpoTus, ecii XpoMaTHH <OT-
KPBIT», TO T€HBI MOTYT OBITh «BKJII0OYCHBI». CyIIecTBYIOT PepMEHTHI — JIea-
nernnaasbl rucronoB (HDAC), koropbie MOAUGUIUPYIOT GEJTKU THCTOHBI
HYKJIEOCOMHOTO KOPa, YTO U3MEHSIET €r0 CTPYKTYPY. XPOMATHH, COepPKa-
MM alleTHIINPOBAHHbBIE TUCTOHBI, SIBJISIETCST <OTKPBITHIM» U JIOCTYIIEH JIJIST
(haKTOPOB TPAHCKPUIILINH, TI0ITOMY IOTEHIIHAIBHO TeHbI MOTYT ObITh aKTHU-
BUPOBaHbL. [I[POTHBOIIONIOKHOE COCTOSTHIE, KOT/Ia THCTOHBI JlealleTINPOBa-
HBI, BBI3BIBAET KOHIEHCAIIMIO XPOMATHHA, UTO TIPUBOIUT K MIPEKPAIIEHHTO
nocTtyta (akTOPOB TPAHCKPUIIIIUK, U T€HBI CTAHOBSATCS «MOJTIAITAMU».

Metunuposanue /[HK cuurtaercs B HacTosiee BpeMs OJHUM U3 Hau-
6oJiee M3YUEHHBIX JIUTEHETHYECKUX MEXaHU3MOB IIPU (QYHKIIMOHUPOBAHUM
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renoMa. MeTuinpoBanme — 9To 06paTnMasi KOBaJeHTHAS MOIUGMUKATINS
ctpyktypsl IHK y HeKOTOPBIX a30THCTBIX OCHOBAHNI, BLI3BAHHAS IIPUCO-
enuHenneM MetuibHOl rpynnbl — CH, k yraepony. /laBHo ussecTHo, 4To,
KpPOMe Y4eThIPeX OOBIYHBIX a30THCTHIX ocHoBanuil, B JJTHK mMoryT mpucyT-
CTBOBATh HETUITHYHBIE BADUAHTHI UX CTPOEHUsL: S-MeTrauTo3uH (m°C) u
Nb-mermmageHus (n°A), KoTopbie OBbLIM Ha3BaHbI MUHOPHBIMU U3-3a PEJl-
KOTO MX 0O6HapyKeHus . BbII0 yCTaHOBIEHO, YTO MUHOPHBIE OCHOBAHUS
BO3HHUKAIOT B Pe3ysbTate (hepMeHTATUBHON MOAM(UKAIINNI, COITPOBOXK/IAIO-
Teficst METHINPOBAHIEM OOBIYHBIX OCHOBAHUI.

Y aykapuor aunykiaeotun 5'-CG-3', SBAAOMMIICS MAIIEHBIO B TIPO-
Ifecce MeTUIPOBAHNS, BCTPEUAeTCsI B /IBA WJIH TISITH Pa3 peske, YeM eTo U30-
Mmep 5'-GC-3'. M3BecTHO, 9TO Y TIO3BOHOYHBIX JKUBOTHBIX IPH METUIUPOBA-
HUYW OCHOBAHUI 9acTO BCTpedaeTcs: S-MeTuanuro3ut. [lo ganusim M.
Cumnrepa u I1. Bepr (1998), 6osee 95% mernbhbix rpyrmi 8 JTHK y osBo-
HOYHBIX JKHBOTHBIX COZIEPKUTCS B OCTATKAX OJTHOTO a30TUCTOTO OCHOBAHMS
— nuTo3mHa (0OBIYHO B (hOPMe 5-METUIIUTO3MHA ), TPUIEM UMEHHO ¥ PeJi-
KoW uHyKIeoTuaHON hopmbl CG, y KOTOPOIT 0Ka3bIBAIOTCS METUINPOBAH-
HBIMU 0oJiee TIOIOBUHBI AUHYKIeoTHn0B. Mertnmuposanue JJTHK BcTpeya-
eTCsT MPAKTHYECKN Y BCEX OPTAHU3MOB — OT OaKTepPHil 10 MIEKOTUTAIOTINX
(Jablonka, Lamb, 1998).

B mocseame rosel fokazaHo, 4To Metusinposanue JJHK yuacTtsyet B
KOHTPOJIE, IO-BUIUMOMY, BCEX MOJIEKYJISPHO-TeHETUYECKUX TIPOIECCOB!
TPAHCKPUIIINH, PEIIUKAIIUN, PEKOMOUHAIMN, TPAHCIIO3UITUU MOOUIBHBIX
2JIEMEHTOB, penapalu, TeHeTHYeCKOM UMIIPUHTHHTE U MHAKTUBAIINU X -
XPOMOCOMBI IIPU OIIPe/leJIeHUH 110713, a Takke B (hOPMUPOBAHUU CUCTEM
anureHetrndyeckoii Hacsuencrsennoctu (COH), koTopble B aHTIMIICKOM CO-
KpallleHUU HasbiBaloTcs <«epigenetic inheritance systems» (EISs).

Hakomnenue HoBbix akTos npuseno Esy S6mouky u Mapuon J[x.
JIam6 K 06BbSICHEHUIO HACTE0OBAHUS TPUOOPETEHHON STUTEHETUYECKOI
U3MEHYMBOCTH, a 3aTeM K CO3/IJaHUIO [IPE/ICTABJIEHUH O CyIleCTBOBAHUM 1
(yHKIIMOHMPOBaHUA CUCTEM dTIUTeHeTHYeCcKoi HacaeacTBeHHocT — COH,
a Takke TUIoTe3bl 06 UX 0c060il POJIU B HBOJIOIMMUOHHOM MpoIlecce
(Jablonka, Lamb, 1998, 2008). ABTopsl onucaau CBONCTBA CUCTNEMbL ANUZE-
nemuuecxotl naciedcmeennocmu (CIOH), jexaiime B 0CHOBE KJI€TOYHOM
HaMsITH ¥ 06eceyrBaoIe BO3MOKHOCTD (hOPMUPOBAHMS U MIepeayr B
KJIETOYHBIX JUHUAX XapaKTePHBIX 4ePT GeHoTnuIIa, UHAYIMPOBAHHBIX
BHEIIHeH Wi BHyTPEeHHEN cpeioil B mporecce passutusi. Ocoboe MecTo B
UX pacCy:KIeHUSAX 3aHUMAET BO3MOXKHOCTD TPaHCreHepaIllMOHHOM anurexe-
TUYECKON HACEACTBEHHOCTH, KOTOPask paHee 0ObIYHO OTPUIAIACH UJIH WT-
HopupoBaack. [TocaeaHsst M03BoJsIET 060CHOBATH AMUTCHETHYECKUT Me-
XaHWU3M «HACJIEN0BAHMS TPUOOPETEHHBIX TPU3HAKOBY, T.€. OTYACTHU JIEKUT
B 00J1acTH, KOTOPasi TPAUIIMOHHO OTHOCUJIACH K lamapku3smy. 10.B. Yaii-
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koBckuit (2006) oTHeC aTH HCCIe0BaHUS K 0COGOMY HAIIPaBJIEHUIO B OHO-
JIOTUU, KOTOPOE OH OCTPOYMHO HA3BAJ MOAEKYIAPHOIM JAMAPKUSMOM.

Inasuas ocobennocts npepnoxertoil E. d6monkoit 1 M. JIamb cxe-
MBI 3aKJIIOUAIACH B TOM, UTO KAPTUHA METUINPOBAHUS OJIaroiapst MEXaHM3-
MaMm o6bratoi perkanuu JJHK MokeT mepeaBathest B Upejie KIeTOUHBIX
nokosernit. Cymuaocts COH (EIS) oHE onpeseisioT caeayomumM obpa-
30M. DIUTEHETUYECKUE CUCTEMbBI HACJIEICTBEHHOCTH SIBJISIIOTCST HEKOEH
MAMSATBHIO KIETOYHBIX CUCTEM, KOTOPASI TIO3BOJISIET COMATHYECKUM KJIETKAM
¢ pa3HBIMU (peHOTUTIAMU, HO ¢ UACHTUUYHBIMA TeHOTUTIAMU (HaTIpuMep,
[IPUHAJIEKAT OJHOI 0coOu. — ABT.), lepegaBaTh CBOM (DEHOTHUIIBI KI€TKAM-
ITOTOMKAaM J[a’K€ B TOM CJIy4ae, €CJIU CTUMYJIbI, KOTOPBIE UX MCXOIHO BbI3BA-
JId, ysKe OTCYTCTBYIOT. KyJbTyphl KI€TOK U UX JUHUYM COXPAHSIIOT CBOU
CBOWMCTBA TIPN JleJIeHN N (3NMUTENNAMbHBIE KJIeTKN MOPOKIAIOT TaKue Ke
sIUTeNnAIbHbIE, a GUOPOOIACTDI, AEACh, HaI0T (UOPOOIACTDI).

E. SIomonka m M. JIamb moJaraioT, 4To CYIIECTBYIOT TPU THTIA TAKUX
COH. Bo-1iepBbIX, 9T0 caMoOTIOi/iepsKUBaHue (PyHKITMOHUPOBAHUS TEHETH-
YeCKUX CUCTEM: OJHaK/bI, 6y7_1yq1/1 BKJIIOUYEHHBIM, T€H, PETyJInPyIOIni
TPAHCKPUTIIUIO, IO MPUHITUITY 00PAaTHO TETIN COXPAHSIET CBOK TPAHC-
KPUIIIHOHHYIO aKTUBHOCTD U MOCJe nesienus kiaetku. Kpome toro, ecian
PEryJISITOPHBIN MTPOAYKT ATOTO reHa Au(OYHIUPYET B COCEAHUE KIETKHU, TO
MOKET TIEPEKJIIOUYNTD U UX PAbOTY 10 TO JKe YHACJAeI0BaHHON Mozenu. Bo-
BTOPBIX, CYIIECTBYIOT CTPYKTYPHbIE CUCTEMBI HACTIENOBAHUSI, K KOTOPBIM
MOTYT OBITH OTHECEHBI TPE/CYIECTBYIONIE KICTOUHBIEC CTPYKTYPhI, HC-
MOJIb3yeMble KaK MabJoH Ui CO3/[aHus HOBBIX CTPYKTYp. Hampumep, y
TaKNUX OJTHOKJIETOYHBIX JKUBOTHBIX, KaK TTAPAMEIHST, TEHETUIEeCKU HIeHTNY-
HBIE KJIETKU MOTYT UMeTh Pa3Hble ATTEPHBI KJIETOUHBIX PECHITYEK Ha CBOET
MOBEPXHOCTU. BBLIO yCcTaHOBIEHO, YTO AKCIIEPUMEHTATHBHO U3MEHEHHbIE
CTPYKTYDBI IIepeatoTcst OT POAUTENBCKUX JOUEPHUM KiIeTKaMm. Hakowerr, B-
TPETBUX, TO MOTYT OBITH XPOMATHH-MEUECHBIE CUCTEMbI, B YaCTHOCTH Map-
KIPOBKA XPOMaTHHA METUJIOBBIMU TpyInamMu pu Metunuposaunu JHK.
Hwuskuit ypoBeHb METHUIMPOBAHUS — TUTIOMETUIMPOBAHIE — TTPUBOAUT
06BIYHO K YBEJIMYEHUIO TIOTEHI[HATBHON SKCIIPECCHU TeHa, a THTIEPMETLIH-
pOBaHIe, HATIPOTHUB, K €€ CHIKEHUTO WU TIpekparienuio. [locie metnampo-
BAaHUS OJIMHAKOBbIE HYKJIeOTUIHbIe TTocenoBaTenpuoct JHK mMoryT
MUMETh Pa3HbIC TTATTEPHBI METUJIAIIH, KOTOPbIE 0OECIEYMBAIOT UM Pa3HOE
dbyukImonagbHoe coctosnue. S1610HKa U JI9MO MPEATOKUIN HA3HIBAT
TaKkue aJbTepHATHBHbIE MaTTepHbl MeTHAIuu CG-IUMepPOB y OHOTO U
TOTO JKe TeHa — snuaiiensmu. Takue anmasiesbHble COCTOSIHUS MOTYT yC-
TOWYNBO HACJTIEIOBATHCS B TEUEHIE MHOTHX KJIETOUHBIX TTOKOJIEHUI.

CucTeMbl ATIUTEHETHYECKOI HACIEICTBEHHOCTH NMEIOT CYIIIECTBEHHYIO
criermuuky. Bo-niepsoix, muorne namenennst COH gapistiorcest HanrpaBieHHbI-
MU ¥ [IPEICKA3yeMbIMU, IOCKOJIBKY CBSI3aHbBI C MI3MEHEHISIME YCJIOBUI Cpe-
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b1 B-BTOPBIX, 3TO 4aCTO a/IalITUBHBIE M3MEHEHMS. B-TPETHIX, YaCTOTA TAKIX
U3MEHEHWIT MOKET MUPOKo BapsupoBars — ot () mo 100%. Baxwuoit yeproit
SIBJISIETCS TO, UYTO IMUTEHETUYECKUE M3MEHEHS, MHAYITUPOBAaHHBIE M3MEHE-
HUSIMHU CPEJIbl, BOSHUKAIOT KOOPAMHUPOBAHHO B HECKOJBKUX JIOKycaxX. Haxo-
HEIl, ¥ 3TO UMeeT TPUHITNINATbHOE 3HAUEHNE, AMTUTEHETUIECKUE CUCTEMbI
MOTYT UMETh CXO/[HbIe U3MEHEHUsT B 60Jiee YeM OJ[HOM KJIETKE OpraHi3Ma 1
6oJiee ueM y OJIHOTO OpraHu3Ma. JMUTEHETUIECKIE CUCTEMBI MOTYT MTPOLY-
IIUPOBATH OBICTPBIE, OGPATUMBIE, CKOOPANHUPOBAHHBIE U HACJIEyEMbIE H3Me-
Henust. SA6sorka 1 JIaM6 TOUEPKUBATOT, YTO BasKHOCTD SITUTEHETHUECKOTO
HACJIEZIOBAHUS JIJIS TPOIECCOB PA3BUTHS HA YPOBHE TI€JIOTO OPTAaHU3MA Ove-
BU/IHA YK€ U3 PE3yJIBTaTOB MCCACIOBAHUI TEHOMHOTO UMITPUHTUHTA.

Xopolio u3BecTHbI THOHEPHBIE paboThl Bapbapsl Mak-KianHToK, B
KOTOPBIX IOKa3aHa Tepeada yepes MoJoBble KJIETKN STMUTEHEeTUUEeCKUX
BapUAaHTOB U3MEHEHUS COCTOSTHUI OKPACKW 3€PeH KYKYPY3bl 32 CUET MO-
OUJIBHBIX BJIEMEHTOB — TPAHCIIO30HOB. YCTAHOBJIEHO, UTO B 9TUX CJIyYastx
HacJemyeMble U3MEHEHWST COCTOSTHUI aKTUBHOCTH W HEAKTUBHOCTU KOppe-
JIUPOBAJIN C U3MEHEHUSIMU TTATTEPHOB METUIMPOBAHUS U 3aBUCEJN OT dJie-
MEHTOB, TIOJTYy4YECHHBIX OT POAUTEJEH, OT TOJOKEHNS B PACTCHUH U MTPUCYT-
cTBUS Apyrux MoOouibHbIX sneMenToB (Fedorov, 1989). [Ipyroit uaTepec-
HBII Pe3ysIbTaT OBLI MOJyYeH Ha JIMHEHHBIX MbIIIaX, KOT/a YAaJ0Ch U3Me-
HUTD TIPOSIBJIEHUE TeHA «aryTUy TIPUA PA3HOU CTETTEHN METUJIMPOBAHUS yua-
ctka JIHK B6M3u ToKaIM3aMK 9TOTO TeHA: BOSHUKIIM HACTEAYEMbIe B
TedeHue Psia MOKOJEeHNI PAa3InIMsl B OKPacKe MeXa y MbIIIeid, HAeHTHY-
HBIX TI0 HYKJICOTUAHBIM mocaenoBaterbHoctsam JJHK B ob6mactu aToro0 TeHa,
HO OTJINYAIOMINXCS M0 CTETIeHN U CTPYKTYpe MeTuupoBanust CG-auMepoB
(em. JKusorosekwuii, 2003). TakuM 06pazoM, MHOTUE U3BECTHbBIE TPUMEDBI
HEMEH/IEJIEBCKOTO HACIEI0OBAHNS, B YACTHOCTH MTAPAMYTAIIUU, TPAHCTEHHBIE
CBOIICTBA, TPAHCIIO3UIIMH U T€HETUYECKITH UMITPUHTUHT, CBSI3AHbI C HACJIe-
JIOBaHMEM U3MEHEHWIT XpoMaTiHa U 00ycaoBeHbl MeTranposanueM JTHK
U, BepoATHO, geaneTuanpobanueM ructoros (Newell-Price et. al., 2000).

Poab «xmamoBoit IHK». B camom konte XX Beka simoHcKkuil yue-
Hbrit Cycymo OHo, TIpHIIIesl K MBICTU O cyTilecTBOBanuM «xiaamoBoit [[THK»
— «junk DNA». OH 0CHOBBIBAJICA HAa TOM, 4TO OOJIbIIAs YACTh reHOMa
IPeICTaBIeHA HEKOIUPYIONIMMU 1, KaK OH IoJaralt, HeyHKITMOHAIbHBIMU
MIOCJIeIOBATETBHOCTSIMU, B yacTHOCTU caTesmuTHol JJHK — tanmemusiMu
TIOBTOPAMH BOJIM3H TIEHTPOMED, TICEBIOTEHAMU W PACCESTHHBIMU TI0 TEHOMY
MOOUIBHBIMU dJleMeHTaMu. Kak yske roBOpPUIJIOCH BBIIIE, HEKOAUPYIOIIAsT
4acTh TeHOMA JIOCTUTAET 95%, MOATOMY MPUAAHIE €l CTATyCa TOJIBKO «XJIa-
moBoit JIHK» mipescraBisiercst MasioBEpOSITHBIM.

OpHaKo TO3/IHEe CTAJIO SICHO, YTO CUNTABINNECS paHee HeDyHKITNOHATb-
HBIMU MOOVIIBHBIE 9JIEMEHTBI TEHOMa, 61aro/Iapst CBOEH aKTUBHOCTH JIMGO B
KavyeCTBE TPAHCKPUOUPYEMBIX TEHOB, JIHOO IUC-ICHCTBYIONIX TOBTOPOB SINE
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n LINE, siBsistioTcst IpUHIMNNATBHBIMA CBSI3YIOIINMU 3BEHBSIMU MEK/TY TeHe-
TUYECKUMHU 1 anurenerndeckrmu mpoieccamu (Zuckerkandl, 2002). TTo mue-
uuto J. Iykepkanmia (Zuckerkandl, 2002) rerom sykaprot — GoJbIiast -
reHeTnveckast ManmHa. Kak TOIbKO ayKapuoTuiecKast KiieTka npruobpesia
SIZIPO, BO3HUKJIW U CJIOKHEHNTIINE MOJIEKYJISIPHBIC SMTUTEHETUYECKIe OTHOIIe-
HUs, 00€CTIEYNBAIOIIIE CTPYKTYPHO-UH(MOPMAITHOHHBIN 0OMEH MEKILY SIIPOM
u 1uTonrazmMoit. OTkpeiTre TO-KacceT — KacceT TPAHCIO3UPYTIONTUXCS dJTe-
MEHTOB ¥ UX (DYHKIIMOHATBHON PO B (POPMUPOBAHUY TOTOBBIX TSI UCTIOJb-
30BaHus nosmnenTuaHbix Motusos (Lorenc, Makalowski, 2003), nmokasbisaer,
KaK BayKHbI MOOUJTbHBIE 9JIEMEHTBI B ATIUTEHETHYECKUX MPOIIECCAX, TPOTEKA0-
X B reHoMe. B miocsiesiiee Bpemst u raccuBHast poJib catesiutaoi JITHK tak-
JKe OCTTApPUBAETCS, M TPUBOJIATCS JIOKA3ATETbCTBA €€ YUaCTHsI B (DYHKITMOHUPO-
Banuu renoma (Zuckerkandl, 2002; Fedorova, Fedorov, 2003).

[TceBmoTeHBI Kak MPOU3BOIHbBIE TTOCTEIOBATEILHOCTH OT (hYHKITHO-
HaJIbHBIX TEHOB TPAJUITMOHHO PACCMATPUBAIUCH B KaueCcTBe HePYHKIINO-
HAJIbHBIX MTOCJIEIOBATEILHOCTEH, KOTOPbIE YK€ MOKHO OTHOCUTH K «XJIaMO-
Boit JIHK», onrako 0630p umeroruxcst ganubix mossosmi E.C. Bamakupe-
By u @ .JIx. Atisizie B 2004 r. ipuiitu kK nHOMY TIpeacTasaennio. Onu cuena-
JIV CJIEIYIONINE BBIBOJIBL: 1) TICEBIOTEHBI YaCTO XapaKTEPUIYIOTCS BBICOKOM
CTETIEHBI0 KOHCEPBAIMY CTPYKTYPBI M TPAHCKPUTIITUOHHON aKTUBHOCTH; 2)
TICEB/IOTEHBI YaCTO YIACTBYIOT B (DYHKITMOHATBHON PETYJISIINN SKCITPECUT
TEeHOB U TEHEPUPOBAHUY T€HETHYECKOTO Pa3HOOOPas3ust U UMEIOT PsIJI 0CO-
GEHHOCTE, XapaKTEePHBIX JIJIsA (DYHKIHOHATBHBIX TEHOB; 3) MCEBIOTEHBI
SIBJISTIOTCST BASKHOI COCTABHOM YaCThIO T€HOMA, MOIBEPTAIOTCST He HEHTPATTh-
HOIl 9BOJIIOITUU ¥ MOTYT PACCMATPUBATHCS KaK «ITOTOTEHBI», T.€. TOTEHIU-
aJIbHO TOTOBBIE K (DOPMUPOBAHWIO HOBBIX TEHOB MJIU PYHKIIMI. ABTOPBI
TPUIIIA TAKXKe K MPEJCTABIEHIIO O TOM, UTO <TICEBIOTEHBI B COBOKYITHOC-
TU C POIUTEIBCKUMU TIOCTEI0BATETBHOCTSIMU MOTYT (DOPMHUPOBATH HEZle-
JuMble QYHKITTOHAIBHO B3aMMO/IEHCTBYIONINE eIUHUIIBI (MEKIeHHbIE KOM-
TUTEKCHI UK <UHMep2etbly ), B KOTOPBIX KaKIbII OTAETbHBII KOMIIOHEHT He
C1I0CcO6EH YCIENTHO BBIMOJIHUTD KOHEUHYTO (DYHKITHIO>.

CpaBHUTETHHO HEJABHO OBLIIO YCTAHOBJIEHO, YTO M MHTPOHDI, CIUTAB-
HIrecs: MacCUBHBIMU M HE(YHKIIMOHAJBHBIMU parMeHTaM1, HA CAMOM
ZieJie SIBJISTIOTCST MHTETPATBHBIME 2JIEMEHTAMHU 9YKapUOTUYECKOTO TeHOMa,
OCYTIECTBJISIOT PA3JINYHbIE BAsKHBbIE QYHKIINU 1 aKTUBHO YYACTBYIOT B 9BO-
mionuu reros. JI. @egoposa u A. Denopos (Fedorova, Fedorov, 2003)
BBISIBUJIU IIECTh OCHOBHBIX POJIeil CIIaiiceocoManlbHbIX HHTPOHOB: 1) nc-
tounukn Hexkoaupytoteit PHK; 2) nmepenocunku peryisaTopHbIX sjeMeH-
TOB TPAHCKPUIIINY; 3) YYACTHUKH aJBTEPHATUBHOTO M TPAHC-CIIANCITHTA;
4) sHXaHCEPBI MEIOTHYECKOTO KPOCCUHTOBEPA BHYTPU KOAUPYIOIINX TTOC-
JIEJIOBATEBHOCTEH; 5) CyOCTPATHI 115 TIEpEeMETeHIi 9K30HOB; 6) CUTHAIBI
nst skeriopra MPHK w3 siipa u paspymmrenn HoHceHnc-menatopos. M3Be-
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CTHA TaKKe HACHIIIEHHOCTh UHTPOHOB MOOUJIBHBIMU 9JIEMEHTAMU U ydac-
Tre X B (hOPMUPOBAHUN CAMUX UHTPOHOB.

Bo Bcex KileTKax MPUCYTCTBYIOT aKTHBHO PAbOTAIOIIIE T€HbI, KOTOPbIE
HA3BIBAIOT TE€HAMU «IOMAIITHETO XO3SUCTBay, HO B A (epeHIIMpOBaAHHBIX
KJIETKaX HapsAy ¢ HUMU (DYHKIHOHUPYIOT CIIEIMaIbHbIe TeHHBIE aHCAMOJTH,
obecrieunBaronye TkaHecteruguunbie GyHrium. [Io Mepe Bo3pacTaHus drc-
JIa TEHOB, KOMOUHAIHSI KOJUPYEMbIX UMHU MTPOTENHOB, (DOPMUPYIOTIHUX CJIOK-
HBIE COBMeCTHBIE (DYHKINH, pacTeT eie Obictpee. lobasierne 100 reHoB K
reHOMY YejioBeKa 00eCednT OTKPBITHE 10 3.1 MJTH. TOTIOTHUTETBHBIX T1ap
koMOuHarii mpoterHOB (Hahn, Wray, 2002). TToatoMy saske mpu HeOOIBIIOM
YBEJIMIEHUH YUCJIA TEHOB MOKET HETIPOITOPITHOHATBHO BO3PACTH CIIOKHOCTD
mporeoma. CyIiecTByeT Takke GOJIBIIOE YNCJI0 OETKOB, 00 IaIAt0INX MHOTH-
MU (PYHKITUSIMU OJTHOBPEMEHHO, TIOATOMY MaJIOE YHCJIO TEHOB IOCTATOUHO IS
obecrieueHust, KOAUPYEMBIMU UME GeJIKaMU, BEChMa OOJIBIIOTO YKCTa (hyHK-
il CUTYaIroHHO PabOTAOIII TEHOM MOKET TTPOSIBUTD TO GOJIee CIOKHYIO,
TO GOJIEE TIPOCTYIO CUCTEMY SITUTEHETUYECKH B3aMMO/IEHCTBYIOIIUX aHCaMOJIeit
T€HOB, KOTOPbIE HA3bIBAIOTCS TEHETUIECKUMU CETIMU (CM. HILKE).

B urtore MOKHO 3aKJIIOUUTH, UTO BCE 2JIEMEHTHI TEHOMA, KOTOPBIE pa-
Hee oTHOCUIN K «xsaMoBoii [IHK», okazanuch GyHKIIMOHATBHO Ba)KHBIMHU
Uit pabOTHI TeHOMa, TIPUYEM BCE CTPYKTYPHO-(DYHKIIMOHATIBHBIE OJIOKU 1
MTPOIIECCHI 0KA3ATNCH TTOABEPKEHHBIMU ATTUTEHETHIECKON PETYJISINN.

Poub reHHsix ceteil. BosbIM 1marom Briepes Mo HapaBJIeHUIO K
XOJTUCTUIECKOMY TIOHIMAHUIO (DYHKIIMOHUPOBAHUS TIUTEHOMA MOKHO CUH-
TaTh KOHIIEMIINIO TeHHBIX ceTell aykapuor. 1o croBam B.B. Cyciosa ¢ coaBr.
(2004, c. 20): «Iennas cets (I'C) — rpynmna KOOpAUHUPOBAHHO (PYHKITMOHU-
PYIOIIIX TeHOB, KOHTPOJIUPYIOMUX (DOPMUPOBAHUE OITPEIETEHHOTO (DEHOTH-
MIMYECKOTO MTPU3HAKA OPraHu3Ma (MOJIEKYJISPHO-TEHETHYECKOTO, OOXUMH-
4ecKoro, (pI3N0I0THIECKOTO, MOP(MOTOTHYECKOTO, TOBEAEHYECKOTO U T. 1I.)>.
CoryacHo aTol KOHIeNIKH, B ocHoBe ¢pyHKImonnposanus I'C jexut Habop
AIIEMEHTAPHBIX CTPYKTYP TeHoMa — reHoB, nx PHK, 6esikoB U T. /1. 1 j1eMeH-
TapHBIX COOBITUN — B3AUMOJIEHCTBUI MEXK/Y AIIeMEHTAPHBIMU CTPYKTYDaMHU
(6MOXUMUYECKUX PEAKITHii, PEryJIATOPHBIX, TPAHCIOPTHBIX coGBITHIT). KoH-
nernmus I'C mpITaeTcss MaTepuaI30BaTh MOJIEKYJISIPHBIE SITUTEHETHIECKIE
TIPOTIECCHI, OMTUPASICh HA TIEPBUYHOCT aHCAMOJIEH TEHOB U TPAHCKPUTIITHOH-
HBIX (DAKTOPOB PETYJIAIIH KaK OCHOBBI TAKUX B3aMMOIEICTBUIL.

B xaxxyoit rennoii cetn, o npexacrasienusm N.JI. Cremanenko c co-
aBT. (Stepanenko et al., 2002), umeroTcsa cienyionie BaskHble uepThr: 1)
orpejieJieHHbIE MYTH Mepeladdl CUTHAJIOB OT KJIETOUHBIX MEMOPAH K reHaM;
2) IpUCYTCTBYE EHTPAIBHOTO PETYJISITOPA, KOTOPBIM SIBJISIOTCS OTIpejie-
JIEHHbIe TPAHCKPUMITHOHHBIE (DAKTOPBI, TPOM3BOISIINE KACCETHYIO aKTHBA-
110 GOJBINO IPYMITBI TeHOB (OJHOBPEMEHHAS OKCIIPECCUST OTIPE/IEIsIeT
pabory gaunoit I'C); 3) Hanuume onpeneseHHOT0 HaOOPa PEryaIsTOPHBIX
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MEXaHNU3MOB, KOTOPbIE O6€CH€‘{I/IB3}OT TTOJIOKUTEJbHBIE N OTPUIlATEJIbHbIE
et obparHoii ¢Bsa3u. ITo coBaM 3THX aBTOPOB, CYIIECTBYET YETHIPe
knacca renubix cereit: 1) I'C romeocTasa ¢ JOMUHUPOBAHUEM OMPUUAMEND-
noix oopamuvix ceszett (O0OC); 2) TC nUKIMUECKUX TTPOIIECCOB (CYIIECTBY-
er 6ananc OOC u nonoxcumenvuvix obpamnvix cesseti — I10C); 3) TC
CTPECCOBOTO OTBETA, CBsi3aHHBIE ¢ TeM, uTo [IOC crmocobCTBYIOT BhIBEIE-
uwuto atoro kiacca I'C uz uexompnoro cocrosinust, a OOC npuBOALT K COCTO-
sauuto mokost; 4) I'C mopdorenesa, B KoTopbix Bakabl [TOC.

OO6HapysKeHO GOJIBIINOE YUCIO UEPAPXUUECKU COTOUNHEHHBIX 1 Pas-
BETBJIEHHBIX KJIACTEPOB F€HHBIX CETell, KOTOPBIE MOTYT CUTYAIlMOHHO 00be-
AVNHATHCA U Pa3beAUHATHCA. Mruoro4ucaenble JOKaJAbHbIE TeHHBIE CETU
dbopmupytT ob1re ancamMbJin, B 4aCTHOCTH aHCaMOJIb 9MOPUOTEHE3a,
IpeACTaBILonMii coboii caoxkueinmii kackag I'C, paboTaonmx Ha 0CHOBE
ITIOJIOKUTEJIbHBIX O6paTHbIX CBsI3€U U YBEIUYUBAIONNUXCA B UUCJIE N PA3HO-
obpasuu 1o Mepe pasputust amGprona. Kaskabrii Takoit kackan I'C u cTpyk-
Typa aHcaMOJIst 3aBUCIT OT (DYHKIIMOHATBHOTO COCTOSIHUSI KJIETOK, TKaHeil
u gcezo oprann3ma. COOTBETCTBEHHO B PA3HBIX YCIOBUSAX CTPYKTYPa COMOJ-
YMHEHHBIX U B3anMoeiicTByomux I'C MoKeT ObITH Pa3TUIHON.

TeHHbBIE CETH BEPXHETO UEPAPXUIECKOTO YPOBHS UHTETPAIIH 00BE/IH-
HAITCA 3a CUCT OCO6I)IX TE€HHbIX CeTeﬁ, TIOJTYYUBIINX Ha3BaHUE MHTETPATO-
poB (Stepanenko et. al, 2002). Ha camom BepxHeM aTaske HHTETpaIuu (hyH-
KIMOHKPYeT ryobanbHas renHas cetb — ITC, koTopas 00beIiHsSIeT 1 HHTEr-
pupyeT paboTy 6cex FeHHbIX CeTeil MHOTOKIeTOUHOro oprannsma. HukHue
YPOBHU UePAPXUU MOTYT BJIHUSITh HA MHTEIPATUBHbIE CBSI3U U (DYHKIIMOHUPO-
parue ['C Ha BepXHUX yPOBHsAX. [eHHbIe ceTr paboTAIOT B 3aBUCKMOCTH OT
TOTO, KaKOB HaGOP CTPYKTYPHO-(DYHKIIMOHATIBHBIX 3JIEMEHTOB (TE€HOB, TPAHC-
KPUIITOB, OEJIKOB U JIP.), BXOIAIIUX B 9TY CETh, 4 TAKKE BAPUAHTOB B3aMO-
NEWCTBUI MEK/Ty HUMU W OTIPe/IeJIEHHBIX KOHCTAHT mpotieccoB. DakTuueckn
(PYHKITMOHUPYIOIINE «T€HHBIE CETU» — ATO AMUTEHETUYECKUE CETH.

MopdoreHeTnueckue moJisi ¥ SIUreHeTHIecKue npoieccol. Vmes cyie-
CTBOBaHM MOP(OTEHETUYECKOTO MOJIA B HMOPHOIOrUU Oblila BhICKa3aHa 110
AQHAJIOTUH € OTKPBITHIM (PU3UKAMK 3JIEKTPOMArHUTHBIM [TOJIEM W UHBIMU TTOJIST-
Mt sm6puosiorom T. Bosepu B 1910 1. Bosiee riry6okoe 060cHOBaHUE UIEH TIPU-
nHagnexut AL Typsuuy. [letanbHblil anamm3 NCTOPUN CTAHOBJIEHUS UIEN MOP-
(boreHeTnyeCKUX MoJIEl U ee BpeMeHHOTo 3a6BeHus B KoHIe 50-X rooB Ipo-
mtoro XX B. mpusegeH B 063ope I'minbepra ¢ coasr. (1997). Ilo I1. Beiicy, Mmop-
(boreneTryecKoe MoJIe TMPEACTABIII0 CO00iT 061acTh HMOPUOHATILHON HH(POD-
Maluu, KOTopas CBsi3aHa ¢ (pU3MIecKrM cyOCTpaToM U (PYHKIIMOHUPYET KAk
peasIbHOE, a He uzieasibHoe sBJeHne. [Ipy 5ToM Bee KOMIIOHEHTHI T10J1€eit obeciie-
YUBAIOT CETh B3AUMOAEHCTBUIL, KOTOPBIE OIPEAEJIAIOT JI0OYIO KIETKY ee PacIio-
JIOKEHWEM B COOTBETCTBYIONIEM MOpdoreHeTnueckoM moJie. [Tapaienbho e
bBup 1 Xakcau BbICKazam MpeIcTaBIeHue 0 MOJETH TPAJUEHTHOTO TIOJIS.



214 A.l. Bacumves, U.A. Bacunvesa. TOMOJIOTHYECKAA HUBMEHYUBOCTD ...

B am6puosnoruu 10 konia 1930-X rogos MophoreHeTHIecKoe mnoJjie Kak
uziest, «00BSICHSIIONIAsT> TIPOTIECC PA3BUTHS, CTajla KOHKYPUPYIOIIEH [IsT Wier
«TeHay, KOTOPBII BOCIIPUHUMAJICS KaK JIOKATM30BAHHBIN B XPOMOCOMAX JIVIC-
KPeTHDIH (haKTOp, BJAUSIONINIA HA TIPOsIBJIeHIE (DeHOTUITNYECKOTO TTPU3HAKA.
CobGcerBenHo, 310 1 ipuBesio T.X. MopraHa, pe3ko MOPBABIIEro ¢ SMOPUOIOTH-
eft 1 0OPaTHBIIIETOCS K TEHETHKE, K KATETOPUYECKOMY HETIPHSTHIO «<MOpdore-
HETUYECKOTO TIOJIST», TOCKOJIbKY BBUY HESICHOCTH B TO BPEMSI TIPHPOJIBI TEHA
U €0 CBSI3U C PA3BUTHEM UJIEST TIOJIST TEOPETHUECKU MOTJIA BO300Ia1aTh HAJl
upieeii rera (Tusbept u ap., 1997). MopdoreneTnaeckue moJist BeCbMa CJI0K-
HO GBLJIO KaK JI0KA3aTh, TAK U MOJTHOCTBIO OMPOBEPTHYTH. [IPH 9TOM I'eH TaksKe
MOHUMAJICS KaK (hakTop, BAUSIONUI Ha MopdoreHes, u jaxke Kak haxTop,
JETEPMUHUPYIONH (heHOTUTTNYeCKU Tpu3HakK. [loaToMy HEYyMBUTEIBHO,
4T0o GoJIee TIPOCTast AETEPMUHUCTCKAS WEs TeHA TIOCTETIEHHO BBITECHIIA (O-
Jiee CJIOKHYIO M HECKOJIBKO aMOP(hHYTO 1j1et0 MOP(OTeHETUIECKOTO TIOJIS.

BroBb & njtee MOpGhOreHeTUIECKOTO OIS BEPHYJIUCH HA APYTON OCHOBE
— ¢ MO3UIUN MOJIEKYJISIPHON GUOJIOTHY U OUOJIOTUU PA3BUTHUST — B Hauaje
1980-x romos 6marogapst paboram B. TyasuHa. IT0 OblIa XOJIUCTHIECKAST KOH-
TETTIUST TIOJIsT, OCHOBAHHASI Ha HETEHHBIX MEXaHU3Max, OTPHUIAIOIIA 0COOYIO
POJTb CAMUX TE€HOB B €T0 CO3/IAHNUHN U MOIEPKAHUI. DBITIO yCTAaHOBIIEHO, YTO B
MOYKe KOHEUHOCTH CYIIECTBYIOT TpagneHThl Hox-6eakoB ((heHOMEH roMeo-
GOKCa 1 ero poJib celiuac XOPOIIo U3BECTHBI 1 He TPEOYIOT MOSICHEHNT ), KOTO-
pble MOIJIM IPUBOAKNTD K MHAYKIMK 00pa3oBaHus B OMPENETEHHBIX MECTAX
9TOrO rpajiieHTa crenndUIHbIX OJIKOB, a Te TP CBoeM (DYHKIIMOHUPOBAHUI
MOIJIM CO3ZIaTh HEKUI cybeTpar moJist KoHedHocTr. [Ipu aToM o6pasyioniiecst
GeJIKM MOIJIM YCTaHABIUBATH HOJSPHBIE 0CH (DOPMUPYIOIIETOCsT OpraHa.

B nocieiHme rojibl, HapsiLy ¢ TOMOJIOTHYHBIMU TeHaME ObLIH OOHAPYKe-
HbI ¥ TOMOJIOTHYHbBIE TTyTH TIPOBEIEHUS MOJIEKYJISIPHBIX CUTHAJIOB Y TIPE/ICTa-
BUTeJIEN Pa3HBIX TAKCOHOB [TO3BOHOUHBIX U, UTO YAUBUTEILHO, GECIIO3BOHOY-
HBIX JKUBOTHBIX. OKa3aJ10Ch, 4YTO COBEPINEHHO JIPYTast TI0 MEXaHUKE PA3BUTHSI
U Ty TIM MOpgoreHesa, a TakKe MPUHIUITHATIBHO TT0-APYTOMY OPTaHM30BaH-
Hasl KOHEYHOCTD [TO3BOHOUHBIX MHAYIMPYETCS OeIKaMU, TOMOJIOTHYHBIMU CO-
OTBETCTBYIONMIUM GeJIKaM HaCeKOMBbIX. Te ke OeJIKM, KOTOpble TPeOyIOTCs IJIst
MOJISTPU3AIIH OCel KOHEYHOCTH B MOP(oTreHe3e HaCEKOMBIX, TPUHUMAIOT yJa-
CTHE B TAaKKX JKe Iporieccax mpu (hOpMUPOBAHNN KOHEUHOCTH MTO3BOHOYHBIX!

BsaumozeiicTBue Ki1eTOK B MOP(POTEHETHYECKNX TIOJISIX BO MHOTOM
06ycoBIeHO (DYHKIIMOHUPOBAHUEM SIMUTEHOTUIIA U JUHAMUYCCKH MO-
JKeT ObITh M3MEHEHO IIPU IIePEeHACTPOIIKe 1 ePeCTPOiKe SIUTeHeTHYEC-
KOl cuctembl. TakuM o6pasoM, GyHIaMeHTaIbHbIE MOJEKYJISIPHBIE TIPO-
1ecchl ¢chOPMHUPOBANKUCH UCTOPUYECKU HAa OCHOBE 0TOOPA U aKTUBHOM
CaMOOPTAaHU3AIMH, IPUYEM AIUTEHETUUECKUE PETYJISITOPHBIE CUCTEMBI B
HBOJIIOIMK OPraHU3MOB, KaK II0Ka3bIBA€T MPOBENEHHBIN 0030D, UTPAIOT
BENIYIIYIO POJIb.



T[JIABA 6. 9KCIIEPUMEHTAJIBHBIN AHAJIN3
YCTOMYUBOCTU ITPOSIBJIEHUS ®EHOB
TOMOJIOTUYHBIX HEMETPUYECKUX
IMPU3HAKOB CKEJIETA HA IIPUMEPE
JIMHEMHBIX MBIIIEN

«Bce nodxodvt k ananusy paseumust
nPUBOOSM K 3aKIIOUEHUIO, UTNO OHO
HANPABIEHO HA 3aUUMY HOPMATLHOZO
popmoobpasosanus>

M.A. lllumrkua

HecMoTpst Ha TPaAMIIMOHHOCTD JIJist OMOJIOTHH MCIOJIB30BAHUST MOP-
(I)OJIOI‘I/I‘{GCKI/IX JAQHHBIX IIPU pEHICHUN (byHI[aMeHTaJIbeIX 9BOJIIOIIMOHHDBIX
po0JIEM, MOJIEKYJISIPHO-TEHETHUECKUE U SITUTEHETHUECKUE aCTIEKTHI OTI€H-
KU 9BOJIIONUOHHON TUBEPTEHINU 10 MOP(HOTOTUIECKUM TPU3HAKAM OCTa-
H0TCSI HEZIOCTATOYHO MOHSTHBIMU. B 11es1oM psijie paboT Ha JINHEWHBIX JKH-
BOTHBIX CHENNAIBHO U3YIAIACh B3AUMOCBSI3b MEKY BPEMEHEM U30JIHPO-
BAHHOTO CYIIECTBOBAHUS U CTENIEHBIO MOP(MOJIOTHIECKON U TeHETUUECKOT
museprennuu (Bailey, 1959, 1985, Grewal, 1962; Festing, 1973; Wayne,
O’Brien, 1986; Zelditch et al., 2004). Bo muorux paborax gaercst Kojuue-
CTBEHHAST OI[EHKA HBOJIIOINOHHON TUBEPTEHITINH HA MOJIEKYJISIPHOM YPOBHE,
HO €CJIU MOJIEKYJISIPHBIE TAHHBIE CPABHUBAIOTCSI C 9BOJIIONIUMOHHBIME U3Me-
HEHUSIMU HAa MOP(OJOTMIECKOM YPOBHE, TO YACTO BBISIBIISIIOTCST CEPHE3HBIE
nporusopeunst (Sibley, Ahlquist, 1984; Lewin, 1985; Lowenstein, 1985).
Ocraetcst 60J1bIIOE YUCIO (HYHIAMEHTATBHBIX TIPOOJIEM, CBSI3aHHBIX C «Te-
HETUYECKOI CTOMMOCThI0> Mopdoornueckux pasiamuuii (Atchley et al.,
1988; Zuckerkandl, 2002). B wactHocTH, He SICHO, KAKOBA B3aMMOCBSI3b
MEKIy TeHETUYECKON TUBEPTEHITHEN 10 OTAETHHBIM JIOKyCaM Ha MOJIEKY-
JISPHOM YPOBHE OPTaHU3aIMK U JUBEPreHIInel, HabmogaeMoit mo Mopdo-
JIOTUYECKUM TpU3HAKaAM ?

B npeabiayieil rimaBe yKasblBaJoCh, YTO padMepbl reHoMa y 1103BO-
HOYHBIX JKMBOTHBIX MOTYT pasjnuaThcst Oosiee ueM B 350 pas, a Koppeisi-
11T MEKTYy PAa3MEPOM FeHOMa UJTH YUCJIOM T€HOB U CJIOKHOCTHIO (DeHOTH-
1a HapyIIAeTCsT M3-32 KPATHBIX PA3JINYMi B pa3Mepax reHOMa U YUCJIe re-
HOB y OJIM3KHMX TAKCOHOB. DTH MapaJloKcaTbHbIE sIBIEHUST OBLITN Ha3BAHbI
cootBetcTBeHHO C- 1 G-mapanokcamu (Hahn, Wray, 2002). TIpu ycaoBuu,
YTO TEHBI SABJASIOTCS WHOOPMAITMOHHON OCHOBOH MOCTpoeHus (heHoMa
OpraHuaMa, TO, YeM CJIOKHee 1 OOJIbIIe TeHOM, TeM GOJIbIle H0JIKHA ObITh 1
CIIOKHOCTD Komupyemoro umu denorumna. Oanaxo C-, G-apajioKCch, Ha-
MPOTHUB, YOEKIAIOT B TOM, UTO MEK/Y PasMepaMy TeHOMa U CJI0KHOCTHIO
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(enoruta, a cie0BaTETHHO, MEKILY TCHOTUTIOM U (DEHOTUTIOM HET JIMHEH -
HOU W OJIHO3HAYHOM CBSI3M, & TOITOMY M OTHOTIEHUS TeH — (DeH JaieKo He
TaK MPOCTHI, KaK Ka3amoch B XX B.

VY6enurenbHble OTBETHI HAa 9TU BOIIPOCHI HE MOJYUYEHBI 10 HACTOSIIE-
TO BPEMEHU He MMOTOMY, YTO OHM He BasKHBI, a, CKOPee, N3-3a OTCYTCTBUS
HaJIe’KHBIX METOIOB aHATN3a [ TOJTydeHus oTBeTOB. OTHAKO MHOTHE
aBTOPBI CUUTAIOT MOJE3HON MOIENBIO TSI TOJYyIeHWsT OTBETOB HA MOCTAB-
JIEHHBIE BOITPOCHI ITPOBE/IEHNE NCCIeI0BAaHN Ha TMHEHHBIX Mblax (Berry,
Searle, 1963; Fitch, Atchley, 1985, 1987; Bacuibes u ap., 1986, 1992;
Wayne, O’'Brien, 1986; Bacuibesa u ap., 1988; Atchley et al., 1988; Crapu-
4yeHKo u p., 1993; Debat et al., 2000; Klingenberg, Leamy, 2001).

JLyist pelieHust OCTaBJEHHBIX BhIIIe TPOGIeM HHOPEIHbIE JIMHUU 00-
JIATATOT TIEJTBIM PSIOM TIpenMyTecTs. [Ipexie Bcero, TOUHO U3BECTHAS Te-
Heanorus ot Havana XX B. /1o Hactosero Bpemenu (Festing, 1979; Staats,
1980, 1981; Wayne, O’Brien, 1986). Bo-BTOpBIX, BbICOKas HACAEICTBECHHAS
OJIHOPOJTHOCTD JKUBOTHBIX, SIBJISIONIASCS CJIEJCTBUEM CUCTEMbBI Pa3Be/leHUsI
MPU CTAaHIAPTU30BAHHOM TO/I/IEP;KAHUN JIMHUHN B CHIEIMATU3UPOBAHHBIX
nutomunkax (Mexasenes, 1968; baannosa u ap., 1983). B-tperbux, Bo3-
MOJKHOCTH 00€CIeUnTh B JJAOOPATOPHBIX YCJIOBUSIX MAKCUMAJbHYIO OHO-
POMHOCTH OOJIBITUHCTBA BHENTHUX (hAaKTOPOB, COMYTCTBYIONIUX IPOBE/IE-
HUIO 9KCIIEPUMEHTOB, 1 00Jiee YeTKO BHIUJIEHUTh Ha X (hOHE BIMAHUE WH-
TEPECYIONX UCCIEI0BATEST BO3EHCTBUI.

B kauecTBe TPaUIIMOHHBIX UCTOUHUKOB BO3HUKHOBEHUS TEHETHYEC-
KOI JIMBEPTeHITNN MEK/IY YsKe CYIIECTBYIONMME (CTOKUBITUMUCS ) JTUHU-
SIMU MbIIIeiT 0OIYHO HAa3hIBAIOT COXPAHEHIE UCXOIHON OCTATOYHON reTepo-
TeHHOCTU OCHOBATEJIEN, «<HOBBIE MyTaIUN» (CTIOHTAHHBIN MYTaITHOHHBII
mpoiiecc), Apeiid reHoB 1 HEBO3MOKHOCTD MOJTHOTO UCKJTIOUEHUsT TeHETH -
YEeCKOTO0 3arpsisHEHMST 32 CUET CIYIaiHOTO HEKOHTPOJIUPYEMOTO CKpelBa-
HUS C IIPEJCTaBUTEIAMK APYTUX JIMHUIA WK POHAOMOPEIHBIMU MbIIIAMU
(Carpenter et al., 1957, Wayne, O’Brien, 1986). Oxnaxo, Kak cTano usBec-
THO OTHOCHUTEILHO HEJABHO, BO3MOKHBI M AMTUTEHETUYECKUE TIEPECTPONKHI
reHOMa, KOTOPbI€ MOTYT JIJTUTEJIbHO HACJIEI0BATHCS B PSIY MUTOTUUYECKUX
(1, Kak OBLIO TIOKA3aHO, MeiioTnyeckux) neennii kaerkn (Jablonka, Lamb,
1998, 2008). O6 aTUX ABJIEHUAIX, a TaKKe 0 POPMUPOBAHUN OCOOBIX CUC-
mem snuzenemuuecxotl nacieocmeennocmu (COH), koTopbie 6bLIM 060CHO-
Banbl EBoit F6monkoii 1 Mapuon I:x.JIam6 (Jablonka, Lamb, 1998, 2008)
U B aHTJIMHCKOM COKpalleHun HasbiBaioTest EISs — epigenetic inheritance
systems, NoAPOOHO TOBOPUJIOCH B TIpeAbIAyIIel Tase. HamoMHuM Takske,
4TO UMEHHO Ha JMHEHHBIX MBIIIAX HEOJHOKPATHO OBLIN IIPOAEMOHCTPUPO-
BaHbI CJIyYau JJIUTENbHOTO AMUTEHETUIECKOTO HACTIE0BAHUST (DEHOTUITH-
YeCcKUX MPU3HAKOB Ha OCHOBe MexaHnu3dMoB MeTusiupoBanus JJHK (cMm.
Kusorosckuit, 2003).
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Takum 06pa3oM, UCIIOJb30BAHUE MOAEAbHBIX JUHUN MBIIIEH, J0CTa-
TOYHO OJTHOPO/IHBIX B TEHETUYECKOM OTHOIIEHUN, U 3KCIIEPUMEHTATbHOE
U3MEHEHHUE YCJIOBUN X PA3BUTHS, O3BOJISIOT TPUOIUZUTHCS K PEITEHUTO
POOJIEMbI OTHOCUTETBHON POJIN TEHETHUECKUX, IMTUTEHETUIECKIX U CPEJIO-
BBIX (haKTOPOB B UBMEHUYNBOCTU KOHKPETHBIX MOP(OJOTUIECKUX TTPU3HA-
koB. C Ipyroii CTOPOHBI, IPU ITOM MOJKET OBITH MPOSICHEH BOIIPOC 00 yc-
TONYMBOCTU PETYJIITUBHBIX CBONCTB 3MUTEHETHIECKON CUCTEMBI B OTBET Ha
crpeccupyiomue (hakTOpPbl BHYTPEHHEH 1 BHENTHEH CPeibl B TIPOIecce aM-
OPUOHAJBHOTO Pa3BUTHUsI MOTOMKOB. I, HAKOHEII, Ha TPUMepPe JTHHEHHBIX
MBITIEH MOKET OBITh OllEHEHA TIPUHITUIINATbHAST BOSMOKHOCTD UCTIOJIb30-
BAHWS METOOB (DEHETUYECKOTO aHATTN3A JIJIS OTIPE/ICTIEHUS YPOBHS HTTHUTe-
HeTUYeCcKO anddepertmanuy pasabIxX JMHIH U €ro TIPOMOPITHOHAIBLHOCTH
BPEMEHU U CTeNeHN X TeHeTHUYeCKOTO PACXOKIEHUSI.

MeTomomornuecku Bce aTh 3a/1a4M MOTYT PelIaThCs MMyTeM COMOCTaB-
JIEHWST YPOBHEW BHYTPUJINHENHBIX PA3JINunil ¢ MeXITMHENHBIMU, UMETOTI -
MU 3aBe/IOMO HACJe[CTBEHHYIO MPUPOy. Ecum MekTpymnoBbie (MexXIn-
HeWHbIe) Pa3aInvus TP dKCIEPUMEHTATbHOM NU3MEHEHNH YCIOBUN pa3Bu-
TUsT OYYT CYIIECTBEHHO MPEBBINIATh BHYTPUTPYIIIOBbIe (BHYTPUINHET-
HBIE), MOJKHO OY/IET 3aKJIIOUNTH, YTO STUTEHETHYECKAsT CHCTEMA HAIEKHO
Peryupyer mpolece Pa3BUTHS U YCTOWUYMBA K JIeCTAOMIU3UPYIOIIEMY BO3-
nerictBuio cpenbl. [loaToMy OcHOBHAS 11€J1b HAMUX 9KCTIEPUMEHTAIbHBIX
HCCJIeIOBAaHUN 3aKJII0UaJIACh B IPOBEPKE Psi/la TUTIOTES.

[TepBast mapa aJbTEPHATHBHBIX TUTIOTES3 3aTPArnBaia mpobIeMy cooT-
HOIIEHUS MEKJINHEHHBIX 1 BHYTPUIMHEHHBIX PA3IMunii 10 Pa3HBIM CHUCTe-
MaM IPU3HAKOB. Mbl HCXOAMIN U3 TOTO, YTO 711 TOPOTOBBIX HEMETpHUyeC-
KUX MPU3HAKOB JI0JKHA HAOIIOAATHCSA 3HAYUTEIBHO OOJIbINAst YCTOHYN-
BOCTb K CTPecCOBBIM (haKTOpaM BHYTpPEHHEH U BHEIIHEH cpefibl, KOTOpbIe
BJIMAIOT Yepe3 MaTePUHCKUI OpraHu3M Ha IIPeHaTaJbHbIH 1 paHHUHN TOCT-
HATAJIbHBIN [1€PUO/Ibl OHTOTeHE3a TOTOMKOB, [0 CPAaBHEHUIO C METPUYECCKU-
Mu npuzHakamu. CoryiacHo Hallel ruIoTese, MesKJANHENHbIe Pa3Inyus 110
TOMOJIOTUYHBIM (heHaM HEMETPUYECKUX MPU3HAKOB JIOJUKHBI OBITH CyTIle-
CTBEHHO GOJIBIIE, YeM BHYTPUIMHEHHBIC, BHI3BAHHBIC H3MEHEHIEM BHYT-
peHHel UK BHENTHEH cpelibl TPU 9KCIePUMEHTAIbHOM BO3/CHCTBUM, 110
CPaBHEHUIO ¢ METPUYECKUMU TTpru3HaKkaMu. IIpu aToM anbsrepHaTuBHAS HY-
JIeBast TUTIOTE3a TPE/IIoJaraia OTCyTCTBUE TIPe0dIalaHusT MEKTPYTITOBBIX
pa3anyuil Ha/l BHYTPUTPYIIIOBBIMU /I PA3HBIX CUCTEM IPU3HAKOB, T.€.
3(hHEKTHI IOJKHBI GBITH CXOHBIMHU MJIU COMOCTABUMBIMHU JIJIST METPUYEC-
KUX U HEMETPUYECKUX TTPU3HAKOB.

Bropag nata runoresa cocTosisia B TOM, YTO anureHerndeckas andde-
PEHIIMAIMS JIUHUHN, OlleHeHHAs 10 KOMILTIEKCY TOMOJIOTUYHBIX ()eHOB HEMeT-
PUUYECKUX TIPU3HAKOB, B CUJTY MHEPIIMOHHOCTH PETYJIATUBHBIX CBOMCTB aTIHTe-
HETUYECKOW CUCTEMBI COTVIACYETCS C UX TeHEAIOTHEN 1 TeM CaMbIM CO/IEPAKUT
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HeKoe To/1001e «(DUIIOTEHETHYECKOTO CUTHAIA» Ha BHYTPUBUIOBOM YPOBHE.
CoryacHO aJIBTepHATUBHON HYJIEBOI TUTIOTE3€, HATIPOTHB, CBSI3b B 3TOM CJIydae
He MPOSIBIIIETCS Aake B (DOpMe CXO/ICTBA CTPYKTYPHI KJIACTEPOB.

OTBeT Ha TIOCTABJICHHBIE BBITIE BOTIPOCHI TIO3BOJISIET ONPEIETUTD TIPUH-
IIUTTAITBHYTO BO3MOXKHOCTD UCTIOJIb30BAHUS TIPEJIaTaeMbIX HaMy (heHeTHec-
KWX TOJIXO/IOB /IJIST TIOJTyYeHUST KOJMYECTBEHHOM OIEHKHW YPOBHST MEKTPYIIO-
BBIX SMUTEHETUUCCKUX PA3TUIWH U ONIPE/IC/IEHUS CTETICHN €€ YCTOMYNBOCTH
TIPH BO3ZIEHCTBUN CPENOBHIX (DAKTOPOB, OKA3BIBAIOIINX CTPECCOBOE TECTAOH-
JIM3UPYIOIIee BO3/EHCTBIE HA TIPOIIECC PA3BUTHS B YCJIOBUAX SKCIIEPUMEHTA.
C npyToii CTOPOHBI, IPU MOJATBEPIKACHIH HAIIEH BTOPOH THTIOTE3bI OSBIISET-
CsT €CTTH He PeasTbHast BO3MOKHOCTD, TO HEKOTOPAST HATEXK/Ia Ha OOHApY KeHe
«(hUIIOTEHETIYECKOTO CUTHAJIAY TIPH TTOTTYISTIMOHHO-MEPOHOMUYECKUX MCCITE-
JIOBAaHUSX TAKCOHOB PA3HOTO YPOBHS MEPapXUH, PaBHO KaK U Ha albTePHATHB-
HYTO0 BO3MOKHOCTD BBISIBJICHUS 9BOJIONMOHHO-3KOJIOTUIECKOH KOMITOHEHTBI
MEPOHOMUYECKOTO Pa3HOo0OPasms, KOTOPas MOKET OBITh YCTAHOBIEHA TTPU
aHAJII3e YIIOPSIOICHHBIX 9KOJOTHUECKUX PS/IOB TAKCOHOB.

CTpyKkTypa 3KCHepHMEeHTAJIbHBIX JaHHBIX. /[JIs1 pereHus mocTas-
JICHHBIX 3a/1a4 MbI TIPOAHAIN3UPOBAJIN OOIIHPHBIE 9KCIIEPUMEHTATIbHbBIE
MaTepuasbl 0 Pe3yabTaTaM BO3/IEHCTBUS psjla CPeIOBBIX (haKTOPOB Ha
MIPOSIBIIEHITE HEMETPIUECKIX TIPU3HAKOB CKeJieTa (TIaBHBIM 00pa3oM, Jepe-
ma) y moToMKoB camok mbimieit munanit BALB/clpae, CBA/Ipae, a Taxxe
ruGpuaHOi 1o mpoucxosxkaenuio aunu BC/Ipae. Bee akcniepuMenTanbHbie
MaTepuaIbl MoJyYeHbl coBMecTHO ¢ 1.6.1. H.M. JliobamieBckum u J1.6.H.
B.U. Crapuuenko (Bacuabes u ap., 1986, 1992; Bacunwvesa u ap., 1988;
Crapuuenxo u ap., 1993) B BuBapuu MUIPuK ¥YpO PAH.

BoJibIiast yacTh OnbITOB ObLJTa BBITIOIHEHA Ha MbIlax JuHun BALB/
¢, pazBoguBInuxcs B BuBapuu ¢ 1968 1. (ncxoubIil MaTepuas moxydeH n3
muToMHIKa JJabopaTopHbixX kuBoTHEIX AMH CCCP «Cron6osas»), a Tak-
se Ha Mprmax guaun CBA (13 muToMHMKa 1a00paTOPHBIX JKIBOTHBIX
AMH CCCP «PamnmnonoBo»). Tperbst nmunusa — BC/Ipae — Gblia cozgana
B.. Crapuuenko u H.M. JliobamesckuM B Busapuu NIPuX YpO PAH
Ha OCHOBE TIOTOMCTBA TMOPUIOB BTOPOTO TIOKOJEHMUSI, TIOJTYYEHHBIX B pe-
3yJbrare cKpenuBanusg nepsbix AByx guanit (BALB/c-camkxa x CBA-ca-
MeI) U Pa3BOMJIACH B TeUEHUE 6 JIeT myTeM GJIM3KOPOACTBEHHOTO CKPEIIH-
BaHMs, TIOYTH JIOCTUTHYB COCTOSHUS TeHETUYECKOM OJHOPOHOCTH, YI0B-
JIeTBOpsIioniero TpeboBanusM «uH6peanoctu» (CrapudeHko u ap., 1993).

Jlist conoctaByieHnst MacIiTaboB BHYTPUIMHEHHBIX Pa3Induii ¢ MEXK-
JITHEHHBIMU OBLITU U3YYEHBI TPEICTABUTEIbHBIC BHIOOPK HHTAKTHBIX JKHU-
BoTHBIX JuHNit BALB/cJLacSto, C57BL/6]LacSto, CBA/CalLacRap, a
Takke BRIOGOPKA KUBOTHBIX CTAHOTO Pa3BeCHUs — HETMHEHHBIX U3 TIH-
tToMHKKa JaboparopHbiX kuBoTHEIX AMH CCCP «Pammosioso» (oHu 060-
sHauenbl Hamu Rand/Rap). JIonoIHUTEIbHO ObLIN U3y4YeHbl TaKKe HeOOIb-
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III¥ie CEPUU YEPETIOB TPEXMECSIIHBIX CAMIOB 6 JIMHITI MBIIIIeit, Cpeiu KOTO-
PBIX /IBE, IPEICTABIISIIN 0COOBIE CYyONMMHUN YiKe M3YYaBIINXCST HAMU JIMHITH
— CBA/Icgn, C57BL/6]JIcgn, a takxe aunuit A/Helcgn, DD/Icgn, PT/
Icgn m YT /Icgn us BuBapus Mucturyra iutosornu u reHetuku CO PAH,
KOTOpbIe ObLTN JTI00e3HO TpegocTaBieHbl Ham 1.0.H. A.B. Ocaguykom st
WCCTIeIOBAaHNI pa3Maxa MeKJInHeHHOH nuddepeHimannm.

[Tects cepuii arcnepumenToB (Bacuabes u p., 1992; Crapuuenko n
ap. 1993) mo oreHke ycTOWUYUBOCTH TPOSABICHUS (PEHOB HEMETPUIECKUX
MIPU3HAKOB CKeJieTa ObLIN HalleJIeHbI Ha M3YUeHUe BJIMSTHUST M3MEHEHUH Hell-
POTYMOPAJIBHOTO CTaTyca MAaTEPUHCKOTO OpTaHW3Ma 3a c4eT (hakKTOPOB BHYT-
peHHell U BHEITHel cpebl Ha Pa3BUTHE CTPYKTYPHBIX IEMEHTOB CKeJIeTa
mOTOMKOB. [ToJarast, 4To CTPYKTYPHbIE MOPGHOTOTHIECKHTE OCOOEHHOCTH Ue-
pera hOPMUPYIOTCS B TIPOTIECCE IMOPUOTEHE3a U PAHHETO MOCTHATATHHOTO
Mepro/Ia, BO3AEHCTBUST OCYIIECTBIISIIN Ha OePEMEHHBIX U JIAKTHPYIOIINUX Ca-
MOK, a 00 ero 9 (heKTUBHOCTH CYIUIN HA OCHOBE U3YUEHUST UX TOTOMCTBA.

IKCIIEPUMEHTBI TIPOBOIAIIM Ha B3POCIIBIX, PaHEe He POXKABIITNX CAMKaX.
[lepuon criapuBaHust IPOIAOJIKAIICS B TeUeHUE 5 — 7 CYT. TIPU COOTHOIIEHIH
TOJIOB 3 caMKu : 1 camer, TocJie 4ero caMOK OTCAKUBAJIN U IETAJIN Ha TPYTITIBI
COOTBETCTBEHHO MPUMEHSIEMbBIM BO3IEHCTBISIM, — 110 2() JKHBOTHBIX B IPYIITIE.

I[Tpu BBIGOPE CTPECCOBBIX (HAKTOPOB PYKOBOACTBOBAINCH CIIEMLYIONIH-
MU co00pakeHUsIMU. Bo-T1epBbIX, GbLIN BEIOPAHBI (haKTOPbI, H3MEHSIOIINE
HePO-9HAOKPUHHBIN CTATYC MATEPIHCKOTO OPTaHi3Ma 1 yYacTBYIOIINE B
poiieccax MUHEPATbHOTO 0OMEHA ¥ 0CTeoreHe3a: BBeJIEHNE B IUETY HHTH-
OGuTopa IUTOBUAHOI xesesbl MeTuaTroyparmia (MTY); uabekiuu agpe-
nokoprukorporrHoro (AKTT) u mapatupeounpnoro (IITT) ropmonos. Bo-
BTOPBIX, MTAPAJIIETBHO 13 OOIIUX cOOOPaKEHIIT U3yUau TakKe TeMIepa-
TYPHBIN (haKkTOpP, MPUMEHSIS JIBA PEKIMA OXJIaKACHUs: Hosee JKeCTKUH, HO
MeHee MTPOIOJKUTETBHBIN — «X0JI0/-1», a TaKKe HECKOTIBKO MeHee JKecT-
KU, HO GoJiee MPOMOJIKUTENBHBIN — «X0JI0/-2». B-TpeThuX, yUuThIBAIN
Tpodruecknii pakTop, MOITOMY U3MEHSIJIN COCTAB MATEPUHCKOI TUETHI B
pasHble TIEPUOJBI HMOPHUOTEHE3a W BEIKAPMJIUBAHUS TOTOMKOB MbITICH (B
TOM YHCJIE ITeTa U3 OBCA B BU/IE CYXHX 3€PEH U BOJIA, a TAKKe pa3daiaHcu-
POBKa IMETHI ¢ AeUIIUTOM 1 M3OBITKOM Kanblus 1 6enka). Hakowerr, ore-
HUBAJIM BJIUSTHIE XUMITUECKOTO (PaKTOpa: MHBEKIINU TAJION CHETOBOI BOIBI
C TIOBBINIEHHBIM COZiep:KaHeM (pTOPUIOB U3 OKpecTHOCTe . bparcka, a
TaK’Ke HelocpeAcTBeHHOe BKIoyenre NaF B TUTheBYIO BOJTY.

OmHa U3 TPYII B KAKI0¥ CEPUH OIMBITOB OCTABAJIACh KOHTPOJIBHOII.
KoHTpoibHBIE TPYTITTBI JKUBOTHBIX COIEPIKAN TTAPAJLIETBHO C IKCIIEPIMEH-
TaJbHBIMU. B 11e/IIX onpeneseHus CMeneHust OIeHOK 32 CUET Ce30HHbIX
SIBJICHWH B3sITa OTIOJTHUTENbHAS KOHTPOJIbHAS TPYIIA B IPYTOl CE30H —
«0CeHb». [lOTTOMHUTETBHBIM KOHTPOJIEM /LIS BCEX TPYIIIT C MHbEKIINOHHbI-
MU BO3IEHCTBISIMHE CJIY>KUJIA TPYIITIA CAMOK, ITOJYYaBIas UHbeKINU (hU3n-
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0JIOTHYECKOTO pacTBopa — «(uspactBop». [logpobHOE OTMcaHue YCIOBHil
IPOBEIEHUST IKCIIEPUMEHTOB U3JIOKEHO B CIEIUANbHBIX paboTax (Bacuib-
eB u z1p., 1986; Bacusbesa u ap., 1988; Crapuuenxo u zp., 1993).

B kauecTBe OCHOBHOI MOJIEJIH, KOTOPYO MbI OY/IEM pacCMaTPUBATD B
JIAHHOI r1aBe, ObLI BLIOPAH OAMH U3 CEPUU OIBITOB [0 PA3HOU IPOLOJIKI-
TEJBHOCTU U3MEHEHUS HOPMAJILHON JTUEThI MAaTEPH C TIEPEXOIOM Ha TUTaHUe
CYXUMU 3€PHAMHU OBCA, KOTOPBIN MOCTABUJIN TAPAJIIEIBbHO HA TPEX JUHUSX
BALB/clpae, CBA/Ipae m BC/Ipae. B kaxmoii 3 HUX HapsmIy ¢ KOHT-
POJTBHOT OBLITN 3aJI0KEHBI IO J[BE 9KCIIEPUMEHTAIbHbBIE TPYIIIBL «0OBeC-1» 1
«oBec-2». OyiHA U3 HUX — «OBec-1» — ToIydJasa TOJBKO OBEC B BUIE CYXUX
3epPeH B TEUEHHUE BCETO OIIbITA, T.€. B TeUeHUE BCell GePEMEHHOCTH U TIOCe
POZIOB BO BPeMs BCKapMJIUBAHUS TIOTOMCTBA (/10 IOCTVZKEHUS I€TEHBITAMHT
45-mHeBHOTO Bo3pacTa). Bropast — «oBec-2» — comep:kanach Ha SKCTIEPIMEH-
TaJbHOU JIHeTe TOJBKO BO BPeMs OEPEMEHHOCTH JI0 MOMEHTA POJIOB, TIOCJIE
Yero JKUBOTHBIX CHOBA MEPEBOIMIIN HA HOPMAJTBHBIN PAITMOH.

[ToTOMCTBO cCaMOK KOHTPOJBHBIX W 9KCTIEPUMEHTATBHBIX TPYII O -
BepraJjiv 9BTaHa3UK B 45-/THEBHOM BO3PACTE, OMPEIESLIN MACCy TeJia 1 Oefl-
peHHol koctu (ganHbie J06e3Ho npepocrasierbl B.. Crapuuenko). Beero
U3y4deHo 55 BHIOOPOK, M3 HUX 33 —aKcIepuMeHTabHble, 12 — KOHTPOJIbHBIE
U Uit cpaBHeHUs usydeHbl 10 BBIOOPOK MHTAKTHBIX JKHBOTHBIX 7 JIMHUH,
BKJIFOUAsT YIIOMSTHYTYO BBIIIIE TPYIITY HEJTMHENHBIX POHAOMOPEHBIX MBIIIIEIT.
O61muii 06beM U3y4eHHOro MaTepuaia coctaBui 6ojee 2500 9K3.

Pacuer penernueckux MMD-nucraniuii. Denernyeckue TUCTAH-
i (MMD — mean measure of divergence) Mesk1y BIOOPKaMU 1 UX CTaH-
naprthblie oTkaoHeHus (MSD — mean standard deviation) paccunTbiBasm 110
dopmyaam, npersokerHbiM C. Xaprmanom (Hartman, 1980):

1
MMD—fZ (@11 @21)2 [(n +0.5) (n21+05)j

rae O =0.5arcsin [l — 2k /(n + )]+ 0.5arcsin [1 = 2(k + 1) /(n + 1)]
npeobpasosannbie 1o Opumany-Teioku (Freeman, Tukey, 1950) wacToTs
BCTPEYaeMOCTH (DEHOB; R — YHCJIO CTOPOH Yeperia (0coGeid, eCiIi 3TO MeIab-
HBII MPU3HAK ), Ha KOTOPBIX OOHAPY KeH JaHHbIH (hew; 7, 1 7, — INCII0 N3ydeH-
HBIX CTOPOH uepera (0co0eii, B crydae MeANATbHBIX TIPU3HAKOR) JIJIST TEPBOT
U BTOPOU CPaBHUBAEMBIX BBIOOPOK; # — UKCJIO HEMETPUIECKUX TIPU3HAKOB,
YcpenHennble cpe/lHeKBaipaTudHble OTKJIOHeHUsS MSD (mean

standard deviation) paccuursiBasu o popmy.ie, peanokerHol CheBaib-
nom (Sjgvold, 1977).

MSD = %Z 2 1 T2 1
i=1 Nil(Nil +2nil¢il)+ 0'5 NiZ(NiZ +2ni2¢i2)+0'5
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3nech N, — 4iCI0 HU3yYeHHBIX CTOPOH, 72, — UHCJIO U3YUeHHBIX 0c00eit;
¢ — K09 HUTTMEHT acCOTUAIIH, KOTOPBIH PACCIMTBIBAETCS IO YEThIPEX-
noJibHO# Tabsuite (2 x 2). JIpyrue 0603HaUe€HUS Te Ke, 9TO U st (hOpMYy-
apr XapTMana. MeXrpyImnoBble pa3iudust CTATUCTUYECKN 3HAYUMbI Ha
yposte p < 0.05 mpu MMD > 2MSD.

AP deKT yMEHBIIECHIST MACCHI ¥ PA3MEPOB TeJia Yy 9KCIEePUMEHTATTBHBIX
JKUBOTHBIX. B pas3/im4HbIX ONMBITaX B KAYECTBE MHTETPATHLHOTO MTOKA3ATEIST
peaxIuu JKUBOTHBIX HA TIPUMEHEHHbIE BO3/IENCTBUS BHEITHEN CPEJIbI 1C-
MOJIb30BAJIM MacCy TeJjia 3BePbKOB B 45-HeBHOM Bospacrte. Haubobiimii,
CTaTUCTUYECKU 3HAYMMBIN U OIHOHATIPABJIEHHbIN 3(D(PEKT PE3KOro CHUIKE-
HUST MACChI TeJIa y MOTOMKOB HabJo1ai Bo Beex Tpex qnHusx (BALB/c,
CBA u BC) npu kopmiieHIE MaTepeii o6elHeHHO [ueToil (cyxue 3epHa
oBca 1 Bojia). [Ipn aTOM Macca MOTOMKOB B 9KCIIEPUMEHTATbHBIX IPYIITax
Oblia oUTH B 2 pasa HIDKe, 4eM B KouTpoJe. Hampuwmep, B mmann BALB/c
Macca Tesia y KOHTPOJIbHBIX JKUBOTHBIX B [IBYX PA3HbIX CEPUSIX OIBITOB COCTA-
Busa 18.56 = 0.34 1 18.19 £ 0.29 ., a B axcmepumenTte — 8.66 = 0.40 1 8.62 +
0.37 coorBercTBenno; B aunun CBA B kouTposie — 18.16 = 0,23 u 16.69 *
0.25, a B axcriepumente — 10.44 + 0.23 u 8.08 + 0.46 cOOTBETCTBEHHO; y «THO-
puanoits muaun BC B konTposne — 18.01 £ 0.26, a B sxcniepumente — 9.98 +
0.25 coorBetcTBenHO. AHaMOrHYHbE 3((OEKTHI PE3KOTO CHIKEHUST MACCHI TI0
UTOTAM MPOBEACHHBIX OMBITOB 00Hapy:keHbl B.M. CTaprueHKO ¢ COaBT.
(1993) s ABYX ApYTUX pa3MepHO-BECOBBIX MTOKa3aTeseil, TpsIMO XapakTe-
PUBYIONIIX PA3MEPhI CKEJIETa: MacChl GeIPEHHOI KOCTH U MACCHI JIOTIATKH.

Toutro Takoe jke Pe3Koe YMEHbINEHIE PasMepoB, 0GHAPYKEHHOE TIOCTIE
HKCIIEPUMEHTA, HABIIOIACTCS 1 10 BEJUYUHE pa3Mepa IeHTPOU/IA TTPaBoii
HIDKHel yemocty. HarmoMHuwM, 4To pasmep HEHTPOHIA — MapaMeTp, TPUHsI-
THIIT B TEOMETPUYECKON MOP(HOMETPHN 1 TIPEACTABIAIONINI cOO0iT KBajipaT-
HBIIl KOPEHb U3 CYMMBI PACCTOSTHUIT OT TEOMETPHYECKOTO TIeHTPa HIKHEN Je-
JIIOCTH [0 KaK/IOH JIAHAMAPKY — TOMOJIOTUYHOI TOUKY UM METKU Ha o1ndpo-
BaHHLIX (hororpacdusax 06BEKTA UCCIAETOBAHNS, ¥ XapaKTepu3yeT oOIuii pas-
Mep o6bekTa. J[ByX(haKTOPHBIN ANCTIEPCUOHHDINA aHAIN3 BJIVSTHUS TIPUHA-
JIEKHOCTH K JIMHUU W TPAIAIU ITTUTETBHOCTH TIUTAHWS TUETON «OBec» Ha
PasMephbI TIEHTPOU/IA HUSKHEN YeTIoCTH GBI IPOBEIEH T10 9KCTIEPUMEHTATLHBIM
1 KOHTPOJIBHBIM IPYTITIAM B TPEX M3y4eHHbIX JIMHUAX 3BepbkoB (BALB/c, CBA
u BC) ¢ yuerom BzaumozeiictBus atux daxropos (tabu. 6.1.).

Oba daxropa 1 UX B3aUMOJIEHCTBHE OKA3aJIMCh CTATUCTHYECKH BBICO-
KO 3HAYNMBIMU. [Ipy aTOM UCTIEpCHst pasMepoB TIEHTPOUAOB, 06YCIOBIICH-
Hast TPAJIAIUSIMK IUEThI <OBEC», OKA3AJIACh CYIECTBEHHO GOJIBIIIE, YeM MeXK-
TPYIIIOBAs TUCIIEPCHST, CBI3aHHAS C TIPUHAIJIEKHOCTBIO JKUBOTHBIX K Pas-
HBIM JIHUAM. Ecom mosist aucnepenu, 06y cIoBICHHON H3MEHEHUSAMU JINETHI,
K 001I1€eiT mciepennt cocTabisiet 54.3%, TO ANCIEPCHs MEXKINHEHHbIX PasJIi-
unii — 11.7%. Beamunta MeKrpynmoBoii iucrepcu, o6yCIoBICHHON B3au-
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Tabsmna 6.1. IByx(hakTOpHBIN IUCTIEPCUOHHBIN aHAN3 Pa3MEPOB
[EHTPOU/IA HUIKHEN YeTI0CTU 9KCIIEPUMEHTATIBHBIX U KOHTPOJIbHBIX
rpynn Mbitreii muanit BALB/c, CBA u BC B otbITe ¢ rpajiaiiussMu 1mo
JUTATETbHOCTY TTUTAHUS TUETOH «OBEC»

Herounnk Cymma d.f. | Cpenumit F- YpoBeHb
A3MEHIUBOCTH KBa/IpaToB KBaapaT | KpUTepui | 3HAUMMOCTH

MexauHeiiHble pa3anuust 22657.78 2 11328.89 65.52 p <0.001
I'pamaunm IVETHI KOBECH 105460.50 2 5273025 304.96 p <0.001
BsanmoneiicTre (pakTopos 483223 4 1208.06 6.99 p <0001
WIHHES» X IHETa)
Buytpurpynnosas 61209.64 354 172.92
Obmas 194160.15 | 363

MOJIeficTBIEM (DaKTOPOB «JIHMHUS> X «IHeTa» (TEHOTHII X cpe/ia) ele MeHb-
11ie, a ee JIOJIst TI0 OTHOIIEHUIO K 0b11eil — 2.5%. B 1emom 10715t 06bsicHeHHOM
(haxTopMaNbHOI N3MEHUYNBOCTH /IJIs1 PA3MEPOB IIEHTPOUIOB HIKHEI Yerioc-
TH cocTaBuIa mpubmauTesbHo 68.5%. Taknum 06pasoM, MopdoreHeTHYeCKast
peakIys 3aMe/JIeHUsT pa3MeporeHe3a y BceX JIMHUI B OTBET HA N3MEHeHUe
JIMETHI MATEPH OKA3AJIACh MTOYTH B 5 Pa3 CUJIbHEe, UeM MPOsIBJICHUE Pa3Mep-
HBIX 0COGEHHOCTEH 3BEPbKOB PasHbIX JuHUiT. CIIe[0BaTeIbHO, METPUYECKITE
XapaKTepUCTUKY JUHWH 0Ka3aJuCh KpaliHe HEYyCTOWYNBBIMU K BIUSIHUIO
CPeIoBBIX (hAKTOPOB, CBSI3AHHBIX C MATEPUHCKON TUETOI.

[TockosbKy TI0 BeTMIMHE U HATIPABICHUIO B3aAMMO/IEHCTBUS «TE€HO-
THUTT» X «Cpelay MOKHO CYZINTH HE TOJBKO O cHelM(pUKe PeaKITNy JUHIH B
OTBET Ha OJIHU U T€ e BO3JIECHCTBUS CPeJbl, HO U O crielu(uKe TEHOTUA
JIUHUH, TO MOKHO 3aKITI0YUTh, YTO MOP(OTEHETHIECKIE PA3TUINS IUHUHT B
M3MEHEHUW Pa3MePOB HIUKHEH YeT0CTH 0KAa3aTuCh BBIPAKEHHBIMI BECbMa
ciabo. Tem He MeHee (DaKT 3HAUNMOTO B3aUMOJIEHCTBYSI «T€HOTHUII X CPefiay,
0OHApY KEHHBI 10 pazMepaM HUKHEH YeTF0CTH, CBUIETENbCTBYET O TOM,
4TO Y MHOPEAHBIX JKUBOTHBIX PA3HBIX JIMTHUN TPOSIBJISTIOTCS PETYJISITOPHBIE
0COGEHHOCTH B PeaKIlMK Ha BO3/IEIICTBUE Pa3HBIX CPEIOBBIX (DAKTOPOB B
pasHble cpoku MOpdOTeHe3a, T.e. pa3MeporeHe3 HIKHEH YeT0CTH Yy Pa3HbIX
JIUHWH TPOTEKAET € PA3HON CKOPOCTHIO HA Pa3HBIX aTamax Mopdorenesa.
Pasnas ckopocTh pa3BUTHA Pa3HBIX YaCTEW MOKET TTPUBOIUTH K aIJTOMET-
PUH |, CJIEIOBATEIBHO, M3MEHEHUO (hopMbl MaHauOYJIbl U uepena. CooT-
BETCTBEHHO MOKHO TaK)Ke OXKU/ATD, UYTO PAa3HbIE CKOPOCTH PAa3BUTHUS MOTYT
MIPOSIBUTHCA B crienuprKe JUHWH 1 M0 HEMETPUYECKUM TIPU3HAKAM, KOTO-
phle, TI0 IAHHBIM aHTIMHCKIX TeHETUKOB 1Kokl [pronebepra (Griineberg,
1963), BecbMa uyBCTBUTETbHBI K NI3MEHEHUIO CKOPOCTEH Pa3BUTHS.

OneHka yCTOWYHBOCTH HEMETPUYECKUX NPU3HAKOB CKeJleTa JNHeli-
HBIX MbIIIeil. X0opoIno U3BECTHO, YTO HEMETPUYECKUE BapUAIIUU B CTPOe-
HUU CKeJIeTa TIePBOHAYATBLHO OOHAPY/KEHBI IMEHHO Ha JIHHEHHBIX MBITIAX,
puyeM pa3Hble JUHUU U CyOJUHUN 3HAYUTETHHO OTIUYAIOTCS JAPYT OT
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JIpyTa Mo yacrotaM MHOTUX npusHakoB (Searle, 1954a, 6; Carpenter et al.,
1957; Deol et al., 1957; Deol, Truslove, 1957; Berry, Searle, 1963;
Griineberg, 1963). OxHOBpeMeHHO OBLIH MOJIYYeHbI (DAKTHI BIUSHUS 11ET0-
rO psifia CPefOBHIX (DAKTOPOB, B OCHOBHOM OCOOEHHOCTEN MaTEepPUHCKOI
(pusuosornu, Ha MPOSIBIEHNE OTAEIbHBIX HEMETPUIECKUX TPU3HAKOB Y
notomctia (Searle, 19546; Deol, Truslove, 1957). TIpu aTom cpe/u n3ydeH-
HBIX OTHOCUTETBHO OOJIBIIYIO 00 TPEICTABIISIIA TPU3HAKK TOCTKPAHU-
aJIbHOTO CKEJIETa, JIJIST KOTOPhIX aBTOpaMU Obljia MOJATBEPIKIEHA 3aBUCH-
MOCTbH OT OOIIMX Pa3MEPOB 3BEPHKOB.

B 1967 1. B. Xoy u I1. ITapconc (Howe, Parsons, 1967) mposesu crieriu-
aJIbHOE MCCIIEZI0OBAHIE TI0 OTIEHKE POJIM TEHOTHUIIA U CPEIIbI B IeTEPMUHAIINN
MEJIKAX Bapralnii HeMeTPUIeCKIX IPU3HAKOB CKesleTa Y JTMHEeHBIX MBITIei
Ha npumepe jimanit C57BL, BALB/c u C3H, a Tak:ke THOPUIOB MEK/TY HUMIL.
ABTOpamu OBLIH OIIEHEHO BJIMSTHUE HA TIOTOMKOB TaKUX (DaKTOPOB, KAk HOMEP
MOMETa, BO3PACT CAMKM, Pa3Me] BbIBOJIKA, COBMEIIEHHE OEPEMEHHOCTH C JIaK-
tarmeit. CorylacHO MX TOUKE 3PEHUs, BCe 9TH CPEAOBbBIC (DaKTOPHI HE OKA3bIBa-
0T BIIUSTHUST HA TIPOSIBJIEHVIE HEMETPUYECKUX ITPU3HAKOB, €CJIH TIPU3HAKU Pac-
CMaTpPUBATDh B COBOKYITHOCTH, B TO K€ BPEMST OT/I€IbHBIE TPU3HAKU MOTYT U3-
MEHSITh YaCTOTY BCTPEYAEMOCTU B OTBET HA CPeOBbIe BAMSAHUA. [10CKOIBKY
aBTOPBI HEBEPHO PacCUNTHIBATM Besimunny MSD (B X pacueTax cpeHeKBal-
paTHYHBIE OTKJIOHEHUST OBLIN ONTHOOYHO 3aBBIIIEHBI B HECKOJIBKO Pa3), MbI
MIEPECYNTANN ATH XapakTepucTuku. OKa3aaoch, 9TO, BOMPEKW TOUKE 3PEHUS
Xoy u [lapconca, Takue cpezosbie (hakTOPBI, KAK HOMEP TIOMETa U Pa3Mep
BBIBOJIKA, BCE K€ 3HAUNMO OKa3bIBAIOT BIUSHIE HA MIPOSBJICHIE HEMETPIUYEC-
KUX TIPU3HAKOB B M3YUEHHBIX MU JIMHUSX. [P 9TOM caMy pasindiist mo ab-
COJTFOTHOM BEJTMUMHE OUE€Hb MAJTbI 1 TIPY CPABHEHWH PAa3HbIX JIMHUH UMM TIPO-
CTO MOKHO TTpeHebpeub. JIpyrre XapaKTepUCTHKI, KaK, HAITPUMED, BO3PACT Ma-
TEPH U JIOTIOTHUTEIbHAST HATPY3Ka HA MATEPUHCKUN OPraHi3M B BUIE JIAKTa-
11U BO BPEMsI HOBOI GEPEMEHHOCTH, IEHCTBUTETHHO HE BBI3BIBAIOT 3HAUMMBIX
CMETIEHNH YaCTOT BCTPEIAEMOCTH HEMETPUYECKUX TIPU3HaKoB. [loaromy
MOJKHO 3aKJIIOUUTh, UTO OOIIHE BHIBOJIBI ABTOPOB, HECMOTPSI Ha OITUOKK B pac-
yerax MSD, sByistioTcst BriosiHe 060cHOBaHHBIMU., X0y 1 [TapcoHC 0OTMEUaroT
TAKIKe CBSI3b TTOJIYIEHHBIX AUCTAHIIUI TT0 KOMILIEKCY HEMETPUYECKUX [TPU3HA-
KOB C U3MEHEHUEM Pa3MePOB JKUBOTHBIX, KAK ¥ MHOTHE UCCITE/IOBATEHN IO
HuX. OJTHAKO B CHIEKTPE B3SITHIX UMU ITPU3HAKOB OKOJIO MTOJIOBUHBI COCTABJIS-
10T TIPU3HAKY TTOCTKPAHUATBHOTO CKEJIeTa, KOTOPBIE OY€Hb YaCTO CBSI3AHBI €
pasmepamu tesa (Griineberg, 1963).

B nocieyioniye roibl B MCCIEA0BAHUSX HA TTPUPOTHBIX MTOTTYJISTIIASIX
IPBI3YHOB CTAJH UCIOJb30BATHCS B OCHOBHOM YepeIHble HeMeTPUUECKHe
[IPUBHAKM, MeHee CBs3aHHble ¢ OOIUME pasMepaMiu. Mbl Takke B KHITE B
OCHOBHOM HCIIOJIb3y€eM HEMeTPUUeCKHUe MMPU3HAKKM OCEBOTO uepera U HUX-
Hell YestoCTH.
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[Tpencrasiisiio HECOMHEHHDBIN UHTEPEC OLEHUTD 9(MEKTUBHOCTD IKCIIE-
PUMEHTAJTBHBIX CPEIOBBIX BOSﬂeﬁCTBHﬁ Ha TTOABJIEHNE HEMEPHUYIECKHUX TTOPOTO-
BBIX TIPU3HAKOB CKeJIeTa y Pa3HbIX JJUHNN MbITeil. Tem caMbIM MbI IMeJTH BO3-
MOKHOCTH 9KCIIEPUMEHTAIBHO OIEHUTh OTHOCUTEJNHHYIO POJIb CPEOBBIX U
TeHOTHUITNYECKUX (DAKTOPOB B BAPbUPOBAHIH HEMETPUUECKIX TIOPOTOBBIX MTPHU-
3HAKOB Yeperia MbIIIEBUAHBIX TPhI3yHOB. OIHOBPEMEHHO TIOSIBIISLIACH BO3-
MOKXHOCTD 9KCIIEPUMEHTAJIbHO OIEHUTDH CTEIIEHD YCTOI>)I‘{I/IBOCTI/I TIPOABJICHUA
(eHOB B OTBET Ha U3MEHEHME YCJIOBHIA TPOTEKAHUST MOPdoreHesa.

Hapsizty ¢ 3TuM, Kak yKe OTMEUJIOCh BBIIIIE, TIEPE]] HAMF CTOSIIA 00Iast
3a/lada OIIEHUTD ITPUTO/THOCTD CbeHOB HEMETPUYECKUX ITPU3HAKOB JIJIA BbIABJIIC-
HUST TEHEATOTUIECKUX CBSI3ei MeXK/Iy JTUHUSMU, TOCKOJIbKY U3BECTHO BPEMSI
ux popmuposanust, HaurHast ¢ 1905 . B aToM cMbicsie 1abopaToOpHBIX JIMHEH-
HBIX MbIIIEeNd MOKHO MCIIOJIb30BATH B KAYECTBE MOJIENN /ISl U3YYEHUST IITUTE-
HETUYECKON JAUBEPreHIINN U MUKPOIBOIIOIMOHHBIX TIPe0OPasoBaHIil IPUPO/I-
HBIX (hOpM TPBI3YHOB. [Ipr 5TOM MBI BCITET 32 aHTIIUHCKUME TeHETHKAMU TIPO-
mwioro Beka (Grewal, 1962; Griineberg, 1963, 1964; Berry, Searle, 1963), mHo-
UMM COBPeMeHHbIMU uccaenoBaressmu (Suchentrunk, 1993; Ventura, Sans-
Fuentes, 1997; Lazarova, 1999; Markov, Chasovnikarova, 1999; Uhlikova,
2004) u onmpasich Ha cobctBennbie paborsl (Vasil'eva, 1999; u ap.) ucxonuin
U3 TOTO, YTO [0 YaCTOTAM BCTPedaeMoCTu (heHOB HEMETPIUYECKUX TIPHU3HAKOB
Yyeperia MO;KHO OIeHUTh YPOBEHD AIUTeHeTHIeCKON Mg hepeHtraIiimi MexXITY
UHOPEIHBIMY JIMHUSIMHU MBITIEH 110 HEMETPUYECKIM TIPU3HAKaM cKejieta. B
9TOI CBSI3U TAKIKe TIPEACTABJISLIO HHTEPEC COMTOCTABUTD YPOBEHD «JIUTE€HETH-
YeCKONn JUBEPTrECHINIT» C UMEIOIUMMCA CBEACHUAMMN I10 «T€HEAJIOTUIT»> JINHUM.

Yepera u 6eJipeHHbIE KOCTH 3BEPHKOB KIACCU(DUIINPOBAIH 110 (heHaM
27 nemerpuueckux npusnakoB (Bacunbes u ap., 1986). B psne ciayyaes,
KoT/Ia, HarpuMep, B uHuM BALB /¢ Berpevanmch Tosibko 20 TpU3HAKOB,
BHYTPUJIMHEIHbIE CPaBHEHUS IIPOBOJINJIN TOJBKO TI0 9TOMY vucJay. «Ilyc-
Thie» npusHaky (dummy variants), UMeIIre HYJEBYIO 9aCTOTY BO BCEX
rpyIInax, Mpy 9TOM He MCII0/Ib30BaIu. Pacmosoxkenue (heHOB HEMeTPHYIeC-
KWX TIPU3HAKOB Ha veperie u 6eIPeHHON KOCTH MBI [TOKa3aHo Ha puc. 6.1.
I[JIH BCeX KOHTPOJIbHBIX N 9KCIIEPUMEHTAJTbHDBIX BbI60pOK 6bIJII/I BbIUuCJIC-
HBI YaCTOTHI BCTPeUyaeMoCTH (heHOB U (peHeTHUECKUEe TUCTAHITUA MEKILY
BCEeMU BbI60pKaMI/I (MI)I HE IIPUBOAWM B KHUTE 3TN MaTe€pHaJbl N3-3a UX
60IBIIOTO 06BEMa U OTPAHNYUBAEMCST TOJIBKO TpaduaecKuM 0TOOpaKeHN-
€M pe3yJIbTaTOB CPaBHEHUI ).

B pesysibraTe aHaansa MaTepraia ObLJIO YCTAHOBJIEHO, YTO TEMIIEpa-
TYPHDBIE, TOPMOHAJbHbIE 1 XUMNYECKNE (baKTOpr NpUBOJAAT K OT/IE€JIbHBIM
CTAaTUCTUYECCKU 3HAYNMbBIM U3MEHECHUAM 4aCTOT (beHOB HEKOTOPBIX HEMET-
puuecKuX MpusHakoB (B 13% ciydyaeB) B aKCIepUMEHTaTbHBIX BBIOOPKAX
110 CPaBHEHUIO C KOHTPOJIbHBIMMU. OZIHaKO 110 BEJIMYMHE 9TU PA3JININA BbI-
pasKeHbI €1ab0, B 4eM MOKHO YOEAUThCS IPU TPahUUeCKOM CPAaBHEHUHN MX
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Puc. 6.1. Cxema pasmewenus penos (1—27) nemempuueckux npusnaxos na uepene,
HuUdCHETE weaocmu u 6e0pPenHotl Kocmu Junetinbx mouueti (no: Bacumwes u op., 2000).
@envi: 1 — FPodu, 2 — FFrdu, 3 — FsFrfm(-)*, 4 — FIin, 5 — RxMo(-), 6 — FMx(-),

7 — FMxdu, 8 — FMxzm, 9 — FBsme*, 10 — FPtdu, 11 — StAsme(-), 12 — FPtuve,

13 — FHgsi, 14 —FeMs(-), 15 — FMtacan, 16 — FeMsdu, 17 — FMbacpo, 18 — FFmpxdu,
19 — FFmds, 20 — FeMxic, 21 — Oclf*; 22 — FnFr*, 23 — FgPame, 24 — FFran,

25 — LmPda(-), 26 — MP(-), 27 —~MP(-).

enernuecknx mpoduieii (puc. 6.2), TOCTPOEHHBIX TI0 YaCTOTaM BCTpeda-
eMocTH (heHOB PA3HBIX TPU3HAKOB JIJIST YETBIPEX IPYIII B MIpesiesiaX OJHOM
suann BALB/c, B To Bpems kak rpacdudeckoe cpaBHeHUE (DeHETHUECKUX
npoduiieil YeTbipeX PasHbIX JUHUI HATJISIHO IEMOHCTPUPYET MEKJINHET -
HYIO HECOTJIACOBAHHOCTb M3MEHEHUN YacTOT TOMOJIOTHYHBIX (heHOB (puc.
6.3). Pasiiuust MesKLy KOHTPOJIbHOU 1 9KCIIEPUMEHTATbHBIMU BHIOGOPKAMH,
BBIPAKEHHbIE B €[MHUTAX CPETHUX (DEHETUUECKHUX AUCTAHITUH, OBLIN 00bIU-
HO MOYTH Ha TMOPSIIOK BEJUYNH MEHbIIe MEKIMHEIHbIX. B Hanboee KOH-
TPACTHOM OIIbITE MesKInHelHbie guctaniun (MMD) konebmiores ot 0.459
+0.006 1o 0.737 £ 0.008 yc10BHBIX €IUHUI, & BHYTPUINHEITHBIE MEXKTY
KOHTPOJILHOW M 9KCTIEPUMEHTAIBHBIMY IpyTiamMu Bapbuposaiu ot 0.001 +
0.006 10 0.132 = 0.013, T.e. MUHUMAJIbHbIE MEKJIUHEIHbIE PA3JTUIUST B He-
CKOJIBKO Pa3 MPEBBINIAI0T MAKCUMaIbHbIC BHYTPUITMHEHHDBIE.

Hapsiny ¢ TpagiuIIMOHHBIM MTOAXOIOM K CPaBHEHUTIO U3MEHYMBOCTH
HEMETPUYECKUX MPU3HAKOB HA OCHOBE BBIYMCJICHUS CPEHNX (heHeTmuec-
KUX AMCTAHIIUN MEXKY JUHUSMU U 9KCTIEPUMEHTATbHBIMU TPYITIAMH MTPH-
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Puc. 6.2. @enemuueckue npoguiu wvacmom ecmpeuaemocmu Genog 27
HeMempUUecKux npusHaxos uepena y Konmpoavroi (1) u sxcnepumenmanioHolx
epynn (2 — MTY, 3 — AKTIL, 4 — IITT) aunuu BALB/c

Puc. 6.3. @enemuuecxue npogunu uacmom ecmpeuaemocmu penos 27
HeMempuueckux npusnaxos uepena y aunuii BALB/c (1), C57BL/6] (2), CBA (3)
u cmoka Heaunetnvlx molueti (4)

MEHSUJIN TaKykKe MHOTOMEPHBIN aHAJIN3 WHANBUAYAIHHBIX (PeHETHUECKUX
xommo3unuii. [IpeaBapuTeIbHO OPAMHUPOBAHHBIE C UCTIOJH30BAHIEM Me-
TOJIa TJIABHBIX KOMIIOHEHT UHAWBUAYATbHbIE COUeTaHMs (DEHOB /IS KaKIOH
JITHUW B TaTbHENUTIIEeM CPaBHUBAIN HA OCHOBE AUCKPUMHUHAHTHOTO aHAJIU-
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3a C Mepexo/IoM K KaHOHMYECKO! crucTeMe KoopAnHat. J[aHHbIi moaxox n
ero obocHOBaHUE OyAyT MOAPOOHO PACCMOTPEHBI B TJIaBe 9 TIpH OMICaHUH
npoieypsl herotunupoBanusi. OH MO3BOJSIET HATJISIHO MIPECTABUTH
usydaeMbie 0OBEKTHI B TIPOCTPAHCTBE KAHOHMUYECKUX repeMeHHbIX (Bacu-
abeB u ap., 2003). [Ipumep Takoro aHaam3a Ha OCHOBE PE3yJIBTATOB CEPUU
OTIBITOB € PA3HOW MPOJOKUTENBHOCTHIO TIEPEX0/Ia Ha OOETHEHHYIO IHETY
(KOHTPOJIB, «OBec-1», «<oBec-2») mokasan Ha puc. 6.4. Bugno, 4To B TaHHOM
caydae pazbpoc MeKIY IEHTPOUAMU KOHTPOJBHBIX U 9KCIIEPUMEHTAIb-
HBIX TPYTITT B TIpejiesiaX KasK/I01 JMHUY BBIpaskeH B MeHbIell cTenenn. B
auavn BC oH KpaiiHe MaJl ¥ B OJTHOM CJIydae pasjaudust MeK1y KOHT-
POJILHOI U BTOPOU SKCIIEPUMEHTATHHON TPYIITION «OBeC-2» CTATUCTUIECKU
HesocTOBepHBI. Bernunmna MMD mexny atumu rpynnamu (BCcen u
BCoat2) Takske oka3bIBaeTCS CTATUCTHYECKH HEJOCTOBEPHON. 3aMeTUM
TaK)Ke, YTO U MaTpulla 00001eHHbIX paccTosiHnii Maxananobuca D?, Bbi-
YUCJIEHHDBIX 1O MCXO/IHBIM 3HAYE€HUAM ITIAaBHBIX KOMIIOHEHT MHANBUYAJIb-
HBIX (PeHETUIECKUX KOMITO3UIINI, XOPOIIIO COTJIACYEeTCsI ¢ MAaTPHUIlEl Juc-
tauiuit MM D, noly4eHHOH 10 4acTOTaM BCTPeYaeMOCTH (HDEHOB.

2.0,
BALB/C.~Bacati™
1.6 e ° N
12 i
o~ { BAcn,
L v /
O \BAoat2 ./
I “ -
______ BC
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Puc. 6.4. Pesyavmamot OUCKPUMUHAHMHOZ0 AHAIUIA UHOUBUOY ALOHDIX
penemuueckux KoMno3UYULl KOHMPOILHOLY U IKCNEPUMEHMALLHBIX ZPYNN MbLULell
aunuiit BALB/c, CBA u BC 6 onvime ¢ pasnoil npoooiicumenvhocmyio nepexooa
mamepeti na ouemy <08ecs: cn — KOHmpoav, oat1 — «osec-1», oat2 — «osec-2»

JIMCKpUMUHAHTHBIN aHaIN3 BRISABII 6 3HAUMMBIX oceit u3 8. Tpu nep-
BBIC INCKPUMUHAHTHBIEC KAHOHUUYECKHE TTepeMeHHbIe 00BACHSIOT 93% Mexk-
TPYIITIOBOM ANUCIIEPCHH, YTO HAJIEKHO XapaKTepUusyeT cBoeoOpasie BHIGOPOK.
[Toatomy OyzieM paccMaTpUBaTh MEKTPYIIIOBBIE PA3IMUMST JIUIITH BOJb ATHX
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Tpex oceil. Bjiosib mepBoit AMCKPUMUHAHTHON OCH TIPOSBIISTIOTCST Pa3Indns
mesxny sunnsyvu BALB/c u BC, ¢ ognoit croponsl, u muaneit CBA, ¢ npy-
roit. BIob BTOPO# 0CH B OCHOBHOM POSIBIISIETCST CBOOOpa3ye «THOPHI-
Hoti» suHr BC. B1osib TpeTheii ocH, Kak 9To CJIeyeT U3 BEJIMUMH BEIOOPOU-
HBIX 1IeHTPOn0oB (Tabu. 6.2.), y Bcex JUHWIT HaGII0AeTCsT HATPABIEHHOE
YKJIOHEHHE TPYTIT «0Bec-1», T.e. pazmmyanst, 06ycaoBaernbie auetoit. Cremyer
3aMETHUTD TAKsKe, YTO 3HAUMMAS KOPPEJISAIINS BCEX MECTU TUCKPUMUHAHTHBIX
KaHOHMYECKUX OCEH ¢ TTOJIOM He ObliIa BBISBIEHA HU B OTHOM CJIyYae.

Tabsmua 6.2. 3HaYeHUs: EHTPOUIOB BHIOOPOK, BHIUNCIEHHbBIX IIPH
JUCKPUMUHAHTHOM aHAJM3€e IJIaBHBIX KOMITOHEHT WHIUBU/IYTbHBIX
heHeTnuecKnX KOMITO3UINN Y KOHTPOJIbHBIX U 9KCTIEPUMEHTATbHBIX
rpynn Tpex qunnii mbieit BALB/c (1-3), CBA (4-6), BC (7-9) B
OTIBITE TIO BJUSTHUIO TUETHI <OBEC» B Pa3HbIEe CPOKU OHTOTEHE3a TOTOMKOB
(cn — kKoHTpOJTh, 0at1 — «oBec-1», oat2 — «oBec-2»).

JIMCKPUMUHAHTHBIC KAHOHUYECKUES (YHKIMH
T'pynmbt

DCF 1 DCF2 DCF 3
1. BAcn 1.289 0.900 -0.905
2. BAoatl 1.387 1.566 0.482
3. BAoat2 1.039 0.831 -0332
4. CBcn -3.008 0.007 -0214
5. CBoatl -3.829 0.233 0.653
6. CBoat2 -2.791 -0.501 —-0.090
7.BCcen 1.279 -0.528 -0345
8. BCoatl 1.668 -0.409 0.782
9. BCoat2 1.461 -0.596 —-0.035
CoOcTBEHHbIE UNCTTa 4.5047 0.4674 0.2475
Kanonuueckas Koppensims 0.90 0.56 045
Kpurepuit A-Y uikca 0.068 0.377 0.553
Yucro creneneit cBoOoabl 192 161 132
Tons nucrnepen, % 80.28 833 441
Y pOBEHB 3HAUNMOCTH p <0.001 p <0.001 p<0.001

3 puc. 6.4 BugHO, uTO 1eHTpou bl JuHuU BC cOMMKEHBI ¢ TIEHTPO-
unamu unun BALB/c, oT caMKkn KOTOpO¥ 9Ta JIMHUS TTPOU30IILIa. bojib-
1ree CXO/CTBO JKUBOTHBIX Jinaun BC ¢ npeacraBurensvu guann BALB/c
IO YaCTOTaM BCTPeYaeMOCTH (heHOB HEMETPUIECKUX MTPU3HAKOB B IAHHOM
cJly4ae, Ha HAIll B3TJIST, HEYIMBUTEIbHO. [[0CKOIbKY pa3imuns B 4aCTOTaxX
BCTpEUYaeMOCTH (DEHOB XapaKTePHU3YIOT B IEPBYIO OUepe/ib AIMUTCHETHYEC-
Kue pasanunsg Mexay sbibopkamu (Griineberg, 1963; Berry, Searle, 1963;
Suchentrunk, 1993; Ventura, Sans-Fuentes, 1997), a ocHoBoii pasBuTis
MepBBIX THOPUIHBIX MpeicTaButeseil suaun BC cTana smureHernyeckas
cuctema camku BALB/c, To MoskHO TIpeimosaraTh, 9T0 MMEHHO TI0 9TOH
npUYHUE OHa OKaszasach 6imke k snnnn BALB/c o opranusaiuu cBoeit
AMUTEHETUYECKON CUCTEMBI, 33/1a101eil TOPOTOBbIE OrPAHUYECHUS TIPU TTPO-
ABJIeHUN (PEeHOB HEMETPUYECKUX ITPU3HAKOB.
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ConocTaBJisis BeJIMYNHBI BHYTPUTUHEHHBIX 1 MEKTUHEHHBIX Pa3Ji-
qii o MaTpuile 0600IIEeHHBIX paccTosiHmit Maxamanobuca D?, Mbl opreH-
TUPOBOYHO OIEHUJIU U COOTHECU Pa3MaX MEKJINHEWHBIX («T€eHOTHITHYEC-
KUX» ) 1 BHYTPUJIMHEHHBIX («CPEOBBIX» ) PA3JINUNiA IO CTPYKTYPHBIM TIPH-
3HAKAM M MX COCTOSTHUSIM — (heHaM. BHyTpUIMHETHbIEe IMCTAHITAN COCTAa-
BUJIM B IaHHOM caydae D? = 2.79, a meskimneiinbie — D? = 17.55. Pazinuns
BJIOJTh TIEPBOI M BTOPOH TNCKPUMUHAHTHBIX OCeH XapaKTepu3yioT B OCHOB-
HOM MeXXJInHelHble pagmyanst. Ha ux mposio npuxomurcst 88.61% mexrpyi-
MOBOH ANCTIEPCUN, & HA BHYTPUTPYIITIOBOH pasddpoc, BRIIOYAS TIPSIMbIE Cpe-
noBbie 3(hEKTDI, B3ANMOIECHCTBUS U CIyYaliHble TI0 CBOEl TIPUPO/IE Pa3Jiu-
qust, octaercst He 6osiee 11.39% MEKIPYIIIOBBIX Pasinduil.

TaxM 06pa3oM, aHAN3 MATEPUATIOB TO3BOJISIET 3aKTIOUNTD, UTO He-
MeTpHUUYECKIe TIPU3HAKU O0Jiee YCTOMYMBBI K CPEAOBBIM BO3IAEHCTBUSIM U B
GOBIIEN CTEMEHN XapaKTePU3YIOT HACAEICTBEHHYIO, TTAaBHBIM 06Pa3oM
AMUTEHETUYECKYIO TTPUPOLY MEKIPYITIOBBIX PAa3IUUnil B CTPYKType yepe-
ma. Ente pas mosicHnM, 4TO smMTeHeTIYecKas IPUPo/Ia TaHHOM N3MEHINBO-
CTHU OTIPEZIeTeHa TeM, UTO eMHUTIEN HAOTIOMEHNS 3/1ECh SBJISETCS TTOJIOBH-
Ha 0cOOU — OHOCTOPOHHSIST (PEHOKOMITO3UIIHS, & Pa3HOE TPOSIBIEH e (he-
HOB Ha JIEBOII ¥ TIPaBOil CTOPOHAX 0OYCIOBJICHO SMTUTEHETHYECKUMH TPUYIH-
HAMH, TaK KaK TEHOM U YCJIOBUST PA3BUTHS IJIST 0GEMX CTOPOH OTHOPOIHBI.
BesycioBHO, B JaHHOM CIydae OTHOBPEMEHHO IIPUCYTCTBYeT KaK NHANBH-
AyajbHas, TaKk 1 BHYyTPUMHIUBUYadbHas ((peHorenernyeckas) KOMIOHEH-
Tbl U3BMEHYMUBOCTH, HO IIPOsABIeHUE (DEHOB IOPOTOBBIX HEMETPUYECKNUX
PU3HAKOB B 000UX CJIy4asx KOHTPOJUPYETCS PACCTAHOBKOI CHCTEMHBIX
aNUTreHeTHYeCKUX 11oporoB. [loaTomy nposiBiennsa unauBuyaabHoii u de-
HOTEHETUYECKON M3MEHYMBOCTH HEMETPUYECKUX MTPU3HAKOB TJIABHBIM 00-
pasoM 06YCJIOBIEHBI HTTUTEHETHYECKUMU PETYIATHBHBIME (DAKTOPAMUL.

[Tpencrasisier nuuTEpec OlEHUTh AUCKPUMUHAIIMOHHBIE CBOWCTBA He-
METPUYECKUX [TPU3HAKOB IIPU CPABHEHUM PAa3HbIX JUHUH. /L7151 9TOI 11esn Mbl
[IPOBEJIN TUCKPUMUHAHTHBIHM aHAJIN3 TJIABHBIX KOMIIOHEHT WHAMBU/YATbHbBIX
(beneTnvyecKknx KOMITO3UIIIIL, NCIIOJIB3YsI MHOTOMEPHOE coueTanue 15 dheHoB
HemeTpuYeckux npusHakos (puc. 6.5). Yepemna camiios Tpex jmunuiit C57BL/
6], CBA/Lac u PT/Icgn 6buiu nosydenst Hamu u3 MIul' CO PAH. Ha pu-
CYHKE XOPOIIO BU/IHO, YTO TOJUTOHBI PACCEMBAHUS OPAUHAT 0cOGEi He repe-
kpbiBatorcs. [Tockosbky Kak/as Touka Ha rpaduke SABISeTCS MHIUBUILYIIb-
HOM koMIto3uIMell (heHOB, T.e. XapaKTepu3yeT A0IyCTUMOe B XO/le NH/INBU-
AyaJIbHOTO PA3BUTHS COUETAHME COCTOAHNI IIOPOTOBBIX HEMETPUYECKUX
[IPU3HAKOB, TO MOKHO TOBOPUTH O TOM, YTO B IIpe/ieJiaX JAaHHBIX II0JTMTOHOB
U3MEHYMBOCTH PEANNUZYETCS POCTPAHCTBO GOJIBIIMHCTBA BO3MOMKHBIX
CTPYKTYPHBIX cocToguuii henoruna. C Apyroit CTOPOHbI, TaK KaK IOPOrOBbIE
OrpaHMYEHUST AMUTECHETUYECKON CUCTEMBI 00YCIIOBIMBAIOT YCTONYMBOE BOC-
rpousBeieHre 4acToT (heHOB, TO U3MEHYMBOCTD B IIpe/esIax [OJIUTOHOB, Ta-
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DCF 2
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[unckpyMuHaHTHast kaHoHuyeckas dyHkuma 1 (DCF1)

Puc. 6.5. Pesynvmamoi OUCKDUMUHAHMHOZ0 AHANUZA CAMUOE MPEX TUHUT Mblulet]
C57BL/6] (1), CBA/Lac (2) u PT/Icgn (3) no 2aagnvim KOMNOHEHMAM
UHOUBUOYATDHBIX (PEHEMUUECKUX KOMNOZUUUILL, NOCMPOECHHLIX N0 COUETNAHUSIM
15 gperos (mamepuan ons uccredosarnus mobesro npedocmasui 0.0.1. A.B. Ocaduyxk)

KM 00pa3oM, MO3BOJISIET KOCBEHHO BU3YAIU3UPOBATh SIMUTE€HETUYECKITIT
nmanamadt gannoi rpymmst (Bacuibes, 1996, 2005, 2009). CienosaTenbHo,
TO, YTO TIOJIUTOHBI HE MEPEKPBIBAIOTCS, YKA3bIBAET HA Pa3nyune STUTeHeTH-
YEeCKUX JIUHAMA(PTOB CPAaBHUBAEMBIX JIMHUH, & CTETIEHb X PACXOKICHUS Xa-
pakTepu3yeT yPOBEHb MEKJIMHEWHON anureHeTnyeckoi auddepenimanum
(muBepreniun). B TakoMm cirydae paccrosinue Maxamanobuca D? BrosiHe
MOJKET PACCMaTPUBATHCS B KAUeCTBE KOCBEHHOUM MHTErPATIbHOM MepbI a1ure-
HETHUYECKO AMBEPTeHITNN CPABHIBAEMBIX IPYIII 0COOE.

PaccmoTpuM Takske pyroil BApUAHT CPAaBHEHUS JIMHUM, KOT/IA B Kaye-
cTBe HAOJIOIEHUI BBICTYTIAIOT HE OTAEIbHbIe 0COOH, a 1esibie Bhioopku. ITo-
CKOJIBKY HaMU OBLJIO U3Y4Y€HO OOJIBIIOE YUCJIO PA3HBIX KOHTPOJIBHBIX U 9KCIIE-
puMeHTambHBIX rpym Tpex Juanii BALB/c, CBA u BC, Mbl Moryin mpoBecT
JMCKPUMHUHAHTHBIN aHAJIN3 110 9TUM BBIOOPKAM OJIHOBPEMEHHO, UCTIOJIB3Y ST
peobpasoBaHHbIE YaCTOTHI BCTPEYaeMOCTH (heHOB 27 U3yUEeHHBIX HEMETPH-
YecKuX MmpusHakoB. [Ipu npeoOGpasoBaHUK YaCTOT UCIIOJIB30BAH TOT JKE CIIO-
€00, uto ¥ TIpu pacuete penerndecknx MMD-pucrannuii. B pesynsrate oTHO-
CUTEJIbHbBIE YacTOTHI BapbrpoBain He oT () 710 1, a B yryioBbIX BesqmunHax (pa-
mmanax) — ot —1.570795 (—n/2) no +1.570795 (+7n/2), a auctiepcnn HU3KNX,
CPETHUX U BBICOKUX YacTOT (DeHOB cTasu comoctaBumbivu (Sjgvold, 1977).
Pesy/braThl IUCKPUMUHAHTHOTO aHAJIN3a TPEX JIMHUIA 10 BBIGOPOUYHBIM TIPe-
006pa30BaHHBIM B YTJIOBbIE BEJIMUMHBI YaCTOTAM ITPECTABJIEHBI Ha pHC. 6.6.
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Puc. 6.6. Pesynvmamoi OUCKPUMUHAHIMHOZ0 AHANU3A NPEOOPA30BAHHDIX 8 Y2L08bie
BENUYUHDL UACTMOM (PEHO8 HEMEMPUUECKUX NPUSHAKOE KOHMPOJLOHBIX U
IKCNePUMEHMATLHBIX 8b100POK mpex aunutl mvuuett BALB/c (1), BC/Ipae (2) u
CBA (3). Kaxcoas opounama (mouka na epagure) npedcmasisiem oony 6vl00py
u3 45, BKII0UEHHVLX 8 CPABHEHUe, FNIUNCOUObL 8KI0Ualom 95% eHYymMpuIuHeiHOU
ducnepcuu 6b160pOK

XopoI1110 BU/IHO, UTO 3JITTUTICONU/IBI PACCENBAHMS WHNBUTYATbHBIX OP-
JIMHAT JIMTHUH He TIepeKPhIBAIOTCS, T.€. B TIpejiesTaX KasK0i INHUH peansy-
eTcst crienuuaeckuii (heHOOO MK, XapaKTePUIYOIINH ee SIMUTECHETUIECKOE
cBoeobpasue. TToCKOIbKY Hapsily ¢ KOHTPOJIbHBIME B aHAJIN3 OBLIT BKJIIOUEH
GOJIBIION CIIEKTP Pa3HOOOPA3HBIX CTPECCUPYIOIINX IKCITEPUMEHTATbHBIX
BO3IEHCTBUI XUMUYECKOH, (pr3muecKoi u (HhU3n0TOTUIECKOM TPUPOJIBI, TO
paccerBaHME TOUEK XapaKTePU3YeT MUAMAa30H BO3MOKHBIX «MOAN(UKAII-
OHHBIX» U3MEHEHUH B IIpejiesiaX «HOPMBI PeakInu» SMUTeHOTHTIA KasK/[01
suann. HecMoTpst Ha BecbMa cepbe3Hble CPe/IoBbIe BO3/IEHCTBUS, TPUBOJIS-
[IKe B OTAETBHBIX CIydasx Oojiee 4eM K ABYKPATHOMY CHIKEHUIO MACChI
TeJsia B 9KCIIePUMEHTAMbHBIX TPYTAX, JIMHUN YCTOMYMBO COXPAHSIOT CIle-
UGUIECKIH MaTTEPH YacTOT (EHOB, YTO CBUIETEIBCTBYET O HACJIEICTBEH-
HOM TIPUPO/IE ITUX PABIUUNI, OTICHEHHBIX IO KOMILJIEKCY (heHOB HEMETPH-
YeCKUX MMPU3HAKOB Yeperia.

Bce paccmoTpenrHbIe BBITIE IPUMEPBI TOKA3bIBAIOT, YTO MHOTOMEPHBIH
AQHAJIM3 YaCTOT TOMOJIOTUYHBIX (DEHOB HEMETPUIECKUX TPU3HAKOB SABJISETCS
MOTIIHBIM WHCTPYMEHTOM OIIEHKHN YPOBHS 3MMUTECHETHUECKON ANBEPTEHITIN
CPaBHWBAEMbIX BHYTPUBHUAOBBIX (opM. VIHTEPECHO, UTO MOJTydeHHBIE BEJHU-
YIHBI MEKJIMHENHBIX (hereTrnaeckux MMD-aucTaHiuil mo ToMy ke Habopy
TOMOJIOTMYHBIX HEMETPUYECKUX ITPU3HAKOB COMTOCTABUMBI C TAKOBBIMU TTPH
CPaBHEHWH PA3HBIX MOJIBUIOBBIX (DOPM B €CTECTBEHHBIX TPUPOIHBIX YCIOBHU-
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ax (Berry, 1964, 1986; beppu, 1977; Hartman, 1980; Bacwibes, 1996; Bacu-
JbeBa, Bacuibes, 1992; Vasil'eva, 1999; Ansorge, 2001).

Bosbiioe kommuectso MMPOBE/IEHHBIX HAMU 9KCIIEPUMEHTAJTbHDBIX
CpaBHEHUN TIO3BOJIUJIO OCYIIECTBUTH (DaKTOPHBINA aHAIN3 YACTOT BCTPeUa-
EeMOCTU (beHOB IO M3YYEHHBIM JIMHUAM U SKCIIEPUMEHTAJIbHBIM TPYyHIIaM
MBIIIIEN 1 MONBITATHCS BBIABUTH OCHOBHBIE TEHACHIINU N3MCHYUBOCTU HE-
METPUUYECKUX MTPU3HAKOB. MBI TpoBeint (haKTOPHBII aHAIN3 1JIsT 55 BBIOO-
poK 1o yactotam 15 GeHOB HEMETPUYIECKUX TPU3HAKOB, PE3YIBTATHI KOTO-
poro npezcrabienbl B a0 6.3. u Ha puc. 6.7. IIpu 9T0M BBIIEAUNNUCH 4
(axropa, xapakrepusywoimux 74.59% obuieit usmenunsoctu. Ha mnepsbie
nBa (axropa npuxoxutcst 55.48% nucnepcun. 13 pucynka 6.7. Buano, 4to
91U (HaKTOPHI XAPAKTEPUIYIOT MEKJIUHENHBIE PA3IMUNsI, KOTOPBIE TIPOSIB-
JITIOTCST U BIIOJIb TPETHETO U 4eTBEPTOrO (hakTopoB. B uactHOCTH, UeTBED-
TBIH (haKTOP 00BSICHSIET OKOJIO 8% NUCHEPCUE U CBSA3aH C Pa3JIUUUSIMU
JIMHNN BC OT BCEX OCTAJIbHbIX. BHyTpHJIHHeﬁHbIe pa3an4dud, BbI3BaHHbIE
CPEIOBBIMY BO3JEHCTBUSIMU, HE HAPYIIAIT XapaKTePHBIX 0COOEHHOCTEH
sanil. Kak KOHTPOJIbHBIE, TaK U 9KcIIepuMeHTanbHbie Boioopkun BALB/C
u CBA JI0KaTM30BaHbl B OTPAaHUUYEHHON 001acTH (haKTOPHOTO MPOCTPAH-
CTBa, KOTOPBIE OKOHTYPEHBI MITPUXOBON JTUHIEN. ITO MO3BOJISIET CAENATh
BBIBOJI 00 OTHOCUTEJBHO GOJIBIIEN YCTOMUNBOCTH HEMETPUUECKUX XapaKTe-
PHUCTUK CKeJIeTa 110 CPABHEHUIO ¢ MOP(POMETPUIECKIMI TOKA3ATEISIMU.
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Puc. 6.7. DakmopHwiil anaius 4acmom (Henos HeMempuueckux NPUSHAK08
KOHMPOJLHBIX U IKCNEPUMEHMATLHBIX 2pynn motweti 8 unbpednvix aunuil A/He,
BALB/c, BC/Ipae, CBA/Lac, C57BL/6], DD/Icgn, PT/Icgn, YT/Icgn u cmoxa

neunelinvx pandomopeonvix (Rand/Rap) mvuuei.
IITmpuxosoii wunueti 06sedunenve yenmpouvt 6vi6OPOK, OMHOCAUUXCS K OOHOU JUHUL
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Tabsuia 6.3. MakTOPHBII aHAIM3 YACTOT BCTPEIAEMOCTH TOMOJOTHYHBIX
(heHOB HEMETPUUIECKUX TPU3HAKOB Y 55 KOHTPOIHHBIX

U 9KCIIEPUMEHTANbHBIX BBIOOPOK 8 yinuii mbriiei (A/He, BALB/c,
BC/Ipae, CBA/Lac, C57BL/6], DD /Icgn, PT/Icgn, YT /Icgn)

U CTOKA HeJMHeHHBIX MbItieir Rand/Rap

DaKTOPHBIE HATPY3KH
T omonornunbie (eHb
1 i 1 v

FPodu 0.432 0.116 0.121 0.566
FTm —0.618 0.384 —0.323 0.001
RxMo(-) —0.489 0.772 0.080 —0.017
FMx(-) —0.919 0.037 0.056 0.223
FMxdu 0.746 —0.185 0.157 —0.296
FMxzm —0.128 -0.717 0.045 0.304
FBsme* —0.175 —0.686 0.038 —0.415
FPtdu 0.569 0.157 0.605 0.309
StAsme(-) —0.838 —0.201 —0.269 0.293
FPtve 0.073 —0.798 0.363 0.230
FHgsi 0.653 0.437 -0.327 0.245
FMtacan —0.572 0.096 0.592 0.124
FMbacpo 0.603 0.082 —0.329 0.328
FMxic —0.848 —0.260 —0.083 0.164
LmPtla(-) —0.296 0.596 0.614 —0.154
Co0CTBEHHbBIE UnCIA 5.212 3.110 1.675 1.191
Jlons nucnepcun, % 34.74 20.74 11.17 7.94

Ananu3z GakTOPHBIX HATPY30K TTOKA3BIBAET, YTO HAUGOJIBIIINE PA3IHU-
qus Mexay JuHusgsMu BALB/c u CBA, koTopbie TPOSBUIINCH BIOJIb TIEPBO-
r0 (hakTopa, 06YCAOBICHBI PA3AUUUAMU B YaCTOTAX CJAEAYIONUX (HEHOB:
FMx(-) — oTcyrcTBUe BepXHEUETIOCTHOTO OTBepcTHsd, StAsme(-)
— PemyKIus MeauaabHOTo cTosibnka anucenonna, FHgsi — ogurouroe
NobsI3bIuHOE OTBepcTHe, FMXic — oTBepcTHe Ha BEHTPAIBHON TTOBEPXHO-
CTU BEPXHEH YETIOCTH B JIATEPATHHON YacTh yraybaeHust GOJIBIIOr0 PesIo-
Boro oreepcTust. Ocobennoctu munun C57BL/6] 110 cpaBHEHUIO ¢ OCTAIb-
HBIMU TIPOSIBUJINCH BJIOJIb BTOpOTO hakTopa. Mcexons us Bemun dpakrop-
HBIX HATPY30K, 3TU Pasindust 06yCIOBICHbI H3BMEHEHUEM YacTOT TpeX de-
HOB: RxMo(-) — penyknus 3ariasunuHbix KopHel npecdenonsa, FPtve —
OTBEPCTHE Ha BEHTPATIBHOI CTOPOHE GOKOBOW KPBIIOBUIHON TIACTUHKY
(LmPtla) u FMxzm — Hajm4ie CKyJI0BOIO BEPXHEUETIOCTHOIO OTBEPCTHSL.
Bnosb TpeTheit ocu, ryie mposBaSIOTCS pazianans mexay JuHuamu A/He n
C57BL/6] 11 HEKOTOPBIMU APYTUMHE, 9TH PA3IndKs 00YCIOBIEHBI H3MEHE-
HeM JacToT cienyiomux (genos: LmPtla(-) — penykiusa 60K0BOI KPhLIO-
BU/HOM TacTuHKd 1 FPtdu — yaBoeHHoe oTBepeTrie B OCHOBAHUHU KPBLIO-
BUHOTO oTpocTka. CBoeobpasue junnn BC, mposisistionieecs BAOJb deT-
BEpTOro (haKTOPa, CBSA3AHO C PA3TMIUSMIU TI0 YacToTaM AByX (eros: FPodu
— y/BOEHHOE TpeopbuTasbioe orsepeTrie u FBsme — MeananbHoe oTBep-
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CTHE Ha OCHOBHOU KJIMHOBUIHOU KoCTH. TakuM 00pas3oM, fake HEITOJHBII
Ha6op 1npusHakos (15 u3 27) pyu MHOTOMEPHOI OPANHAIIMK YacTOT (PEHOB
MO3BOJISIET OOHAPYIKUTH CIEIM(PUUECKUE TATTEPHBI HEMETPUUYECKIX TIPH-
3HAKOB, XapaKTePHbIE I JTUHUH.

B 5T0i1 ¢BSI31 pacCMOTPUM BO3MOKHOCTH KJacCU(pUKAIIUM KOHT-
POJIBHBIX W 9KCIIEPUMEHTAIBHBIX BEIOOPOK TI0 yacToTaM ()eHOB Ha OCHOBE
KJTACTEPHOTO aHayim3a. J{Jjis aToi 11eTM MBI HCTTOIB30BATH 42 KOHTPOJIHHBIE
U 9KCIIEPUMEHTAbHBIE BBIOGOPKHU, MpecTaBsionue Tpu guann BALB /¢,
CBA u BC, a Takske BEIOpaHHYIO B KaueCTBe KOHTPACTUPYIOIIEH BHEITHEN
rpymmet unnio C57BL/6]. PacdeTst mpoBOANIIN TI0 YACTOTAM BCTPEYAEMO-
cTH Beex 27 MPU3HAKOB ¢ ucnoJib3oBanueM Metoga UPGMA HeB3Benien-
HOTO MapHOTO CBA3BIBAHUS TPYII 1O CPEJHUM 3HAUYCHUSAM. Pe3yibraThl
KJIACTEPHOTO aHaJIM3a MPeJICTaBiIeHbl Ha puc. 6.8.

KiacTepHbIif aHAM3 TIOKA3aJ, YTO KaK KOHTPOJbHbIE, TaK W AKCIIEPH-
MEHTaJIbHBIE TPYTITBl 00bEUHIINCH CTPOTO B COOTBETCTBUU CO CBOEH Jin-
HelHO prHaIekHOCThI0. Hanbosee yaanena ot seex aunus C57BL/6].
Bce Boi6opku mnnyr BC 00beJUHUIICH B OJUH KJIACTEP, KOTOPBINA 3aHII
MTPOMEKYTOTHOE TTOJIOKEHUE MEK/TYy CAMOCTOSTETbHBIMU KTacTePaMu JIMHUHT
BALB/c u CBA, Ho uepapxuuecku npudimsker k muanun BALB/c. B mpege-
JIax GOJBIIUX KJIACTEPOB KAKIOW JIMHUY BBISBJISIFOTCS CyOKIaCTEPhI, KOTO-
pble OOBEIUHSIIOT, XOTS U HE CTPOTO, BEIOOPKU KOHTPOJIBHBIX TPYIII, & TAK/Ke
CyOKIACTEPBI, TPEMOUTUTETHHO BRIIOYAIOIIIE OMPEIETCHHbIC 9KCTIEPHMEH-
TaJbHBIE TPYIIITBI, HATPUMED C U3MEHEHHOH INETO, 4TO HABIIOIaeTCst Kak y
suanu BALB /¢, tak n y muann CBA. Takum 06pasoM, ¢ IOMOIIBIO KJIacTep-
HOTO aHa/In3a BecbMa 3((PEKTUBHO PA3AEIAIOTCS MPEICTABUTENN PA3HBIX
JIMHUH, KOTOPBIE MOKHO MPUPABHSATH K CBOCOOPA3HBIM HCKYCCTBEHHO CO-
3MAHHBIM BHYTPUBUIOBBIM (hopMaM JOMOBOIT Mbitti Mus musculus.

B34B 32 0CHOBY HEOKHMIAHHO BBICOKYIO TOYHOCTD Pa3/eIeH s JTUHUN
C TIOMOTI[BIO KJIACTEPHOTO aHATN3A 110 KOMILIEKCY (heHOB HEMETPUUECKIX
PU3HAKOB MBI TIOIBITAJIUCH TIOCTPOUTH (PEHOTPAMMY, XapaKTePHU3YIOILYIO
Mepapxuio CBsI3el MeXKIy BCeMU M3yYeHHbIMU HAMU JIMHUSIMU 1 COOTHECTH
ee ¢ UX peasbHON reneasorueil. JJanHple O TeHEANTOT I YeTHIPEX PEIePHbBIX
sunuit C57BL/6], CBA, A/He u BALB/c ¢ y4eToM BpeMeHHU MX CO3/IaHUs
ObLIU B3AThI Hamu 13 paboThl Yaiina u O’bpaitena (Wayne, O’Brien, 1986).
CaMbIMU «CTapIIUME» TI0 JIaTe BOSHUKHOBEHM siBjstioTcst inauun C57BL/
6] u BALB/c — ux co3ganue gatupyercs Hadanom XX B, a muanu CBA n
A/He orBerBuauch ot oburero crsosia ¢ BALB/c B cepenune 20-X 10108
XX Bexka (puc. 6. 9). K cokanenuio, mojgHoil U TOYHON MHGOPMAIIUH TTO
TeHeaJIoTUN TpeX ocTanbHbIX n3ydeHubix aunnii (DD, PT u YT) nam naii-
TH HE Y/IAT0Ch, KPOME TaHHBIX 06 UX CAOKHOM THOPUIHOM MPOUCXOK/IE-
HUU. MBI CMOTJIM TOJIBKO BBISICHUTD, YTO BPEMSI UX BO3HUKHOBEHWS JaTH-
pyercst He panbiine 1959 1.
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Puc. 6.8. Knacmepnuoui ananus uacmom scmpeuaemocmu (enos 27 nemempuueckux
NPUHAKOE KOHMPOLLHBIX U IKCNEPUMEHMATLHBIX 2PYNI MLUET MPeX JTUHUTL
(BALB/c (BA), CBA (CB), BC) u snewmneii zpynnol,
npedcmagnennoi aunueti C57BL/6G]

JIBycTopoHHUMI KJIaCTEPHBIN aHAMN3 TUHUHN U CTOKA HEJTUHEWHBIX
MBIIIIeiT 110 yacTotaM deHoB 15 HeMeTPpUYeCKUX MTPU3HAKOB TTOKA3aJ, YTO
Hepapxust OTHOIIEHUH MEXK/TY PEMEPHBIME BHIOOPKAMK XOPOIIIO COTIacyeT-
¢4 ¢ UX TeHeaJloruell u Bo3pacToM JMHUN. V13 mpoBeieHHOro cpaBHEHUS
CJIE/LYET, UTO CBA3M MEK/y PEIePHBIMU JMHUSMU MbIIel, OlleHeHHBIE 110
KOMILJIEKCY (peHOB HEMEeTPUUYECKHUX ITPU3HAKOB Yeperia, B 11eJI0M COrJacy-
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IOTCS € X PeabHOW MCTOPUIECKON BHYTPUBHUIOBOM «busorenueii». [Ipo-
NOJLKUTENHHOCTD HCTOPUYECKOTO BpeMeHU (hOPMUPOBAHIS 1 PACXOKIEHIIST
JIMHUU MBIIIEH B MaHHOM CJIy4da€ BIIOJIHE COOTBETCTBYET YPOBHAM UX 911U -
TeHeTU4YEeCKON JINBEPTECHITUH.

N3BecTHO, 4TO B ciIydae XOPOIIETO COOTBETCTBUS (heHOTPAMM WJIH
KJIAZIOTPAMM PEAIbHBIM T€HEAIOTHYECKUM OTHOIIEHUSIM, HIMEIOTCST BECKUE
OCHOBAHWS TOBOPUTDH O TOM, UTO OHU COJICPKAT BBICOKWI YPOBEHD «(DUIO-
renernyeckoro curnasas (Hillis, 1987; Zelditch et al., 1995, 2000; Cole IIT
et al., 2002; MacLeod, 2002; TTaausos, 2005). TTocKOIBKY CTPYKTYpa TO-
JIy4eHHOI HaMU (heHOTPaAMMBI B TIEJIOM OTPaKaeT «(pUIOTEHUT0» U3YUeH-
HBIX PeNePHBIX JIMHUN MBITIEH, MOKHO C U3BECTHON OCTOPOKHOCTHIO TOBO-
PHUTH O TOM, 4TO JaHHbIE, UCIIOIH30BAHHBIE /IS €€ TOCTPOEHUST, COMEPIKAT
onpeieJieHHbIN «(uoreHeTnyeckuii» curuan (cMm. puc. 6.9).

3ameTuM, 4TO paHee, CpaBHUBaAs (DEHETUUECKUE AUCTAHIIUY MEKIY
JIMHENHO PACIIOJIOKEHHBIMU IMOUMEHHBIMU ITOCEJIEHUSIMU JIECHOTO BUAa —
poukeit monesku ( Clethrionomys glareolus) — snosb pex I0xuOTO Ypamia u
[Mpuypanbs (pexu Ypaiu, Cakmapa, Camapa, benast), Mbl 3amMeTnsiu TUHEH-
HBII Xapakrep pasnanii Mex1y Bbibopkamu (Bacumibes, 1984; Bacuibes u
1p., 2000). Bouiee yaaseHHbIe TIPOOBI PA3INYANUCh B GOJIBIIEN CTETIEHH, YeM
MIPOCTPAHCTBEHHO CMEsKHBIE BEIOOPKH. [Tpu KoppeupoBaHuy MaTpwuir ¢e-
HETHYECKUX U reorpaduIecKux MUCTAHIIUN 0KAa3aI0Ch, UYTO B CIIyYae, eCJIn
YUNTBIBAETCS He KpaTyaiiiiee pacCTOSTHIE MEKIY TeorpahnyecKUMH TOYKa-
MU, & «PeaibHOe» C yUeTOM BO3MOKHOTO TIepeMeNeHUsT 3BEPbKOB B/IOJTh
PEYHBIX KOPUOPOB TOUMEHHBIX JIECOB, TO KOI(DMUITUEHTHI KOPPEISAIIT
CYIIECTBEHHO BO3pacTaioT. [I0CKOMbKY MOiMEHHbIE Jleca B 3TOM PETHOHE,
KaK MPaBUJIO, OKPYKEHbBI CTEITHBIMU BOZOPA3/IETaMHy, I/le PhIXKAST TOJIEBKA
BCTPEUAETCS] PENIKO, & OCHOBHBIE MTyTH PACCETEHUST BUA TIPOJIETAIOT BIOJIb
HONMEHHBIX JIECHBIX KOPUIOPOB, TO OOHAPYKEHHAs MOJOKUTEIbHAsS KOP-
PEJISITIIS MEXKY PeasibHON YAIEHHOCTHIO U PeHETHIECKUMU TUCTAHIIMSIMU
OTPasKaeT UCTOPUUYECKUI TeHE3UC TPOCTPAHCTBEHHOW CTPYKTYPBI BUA U
MyTH €To paccesenus B pernone. Onupasich Ha rpad MUHUMaJIbHBIX (heHe-
trnaeckuX MMD-aucTannuii U y4uThIBast 9KOJOTHIO BU/A, B TOM YHCJIE
HanboJjiee BEPOSITHBIE TIYTH €r0 PAcCeICHUsT B PETMOHE, M B 9TOM CJIyYae,
KaK M MPYW CPaBHEHWUU JIMHWI MBITIIE, MBI MOKEM Ha BHYTPUBUIOBOM
YPOBHE YJIOBUTDH «(UITOTEHETUUECKUIT> CUTHAL.

Takum 06pasoM, MOJyYeHHbIe HAMK Pe3YJIbTaThl CBUIETEIbCTBYIOT O
TOM, YTO HCIOJIb30BaHNE MHOTOMEPHOTO aHAJIN3a TOMOJOTUYHBIX (PEHOB
HEMETPUYECKUX TTPU3HAKOB KaK Ha WHAWBUAYATHHOM, TAK U HA TPYTITIOBOM
YPOBHSIX MOKET CUUTATHCST TEPCTIEKTUBHBIM M JOCTATOUHO «UyBCTBUTEJIb-
HBIM» METOJIOM TIPY BBISIBJIEHUN «(DUJTIOTEHETUIECKUX> OTHOIIEHUI MEKTY
MPUPOAHBIMU (hOPMAMK I'PHIZYHOB. JlaHHBIN MOIXO/L 0JKEH COUETATHCS C
METOJIAMHU MOJIEKYJISIPHO-TEHETHUUECKOH (huoreorpadun Ha OCHOBE METO-
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Puc. 6. 9. /lsycmoponnu
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noB PCR-aHa/im3a, 4T0 MO3BOJUT MPUOTUIUTHCS K TIOHUMAHUIO TPUPOJIBI
COTIPSTPKEHHOCTH MOP(OJOTHUECKUX W MOJIEKYJISIPHO-TEHEeTHUECKUX TTepe-
cTpoek mpu HopMooOPA3OBAHIIH.

Wcnonb3oBanue pa3HbIX CUCTEM TTPU3HAKOB M METOJIOB /IJISI CPABHMU-
TEJTHHBIX OT[CHOK BHYTPUIMHEHHBIX W MEKITMHEHHBIX Pa3InIuii IOKa3aJIo,
4T0 HanboJsiee GIM3KUE PE3YJIBTATHI A0T MHOTOMEPHBIN aHAIN3 WHIAUBULY -
aNTBHBIX (heHETUIECKIX KOMIO3UTNH 1 orieika MMD-muctantmit. Koaddu-
IUEHT KOPPEISAINT MEKAY STUMHU MAaTPUIIAMU TUCTAHITUHN, TTOJTYICHHBIT
MmertogoMm Mawnresst, cocrasua 7= 0.95. TTo npenmoxernoit Possgom (Rohlf,
1989 mmt. mo: PocroBa, 2002) kinaccubukayum 3TOT YPOBEHD CBSI3U MATPHUIL
MOKHO CUHTATh «OU€HDb XOPOIUM». OHAKO KO3(hDMUITUEHTBI KOPPEJISITHT
3TUX MATPUI] C MATPUIEH KBAPATOB €BKJINIOBBIX TUCTAHIINHN, BBIYNCIEHHON
0 KOMTIJIEKCY METPUYECKUX TIPU3HAKOB (Macca Tesa, Gepa, JOTATKI) MesK-
JTy SKCIIEPUMEHTATbHBIMI BEIOOPKAMU PA3HBIX JIMHWUIN, OKa3aJiCh HE3HAUH-
MBIMU U HE OTJIMYAJIICH OT HyJist (B 06oux caydasx r = —0.01).

IKCIepUMEHTATBHOE U3yUeHNE MACIITA00B STTUTEHETHYECKON JI1-
BepreHInK JTabOPATOPHBIX JIMHEHHBIX MBITIEH KaK MOJIEI MUKPOIBOJIIO-
[UOHHBIX MPE0OPA3OBAHUI TPUPOIHBIX (DOPM IPHI3YHOB MOKA3aJI0, 4TO
[IPY BapbUPOBAHUH YCIOBUH 9MOPUOHATBHOTO Pa3BUTUS Y TTAPAJLIIETBHO
W3Y4YeHHBIX JIUHUU MBIIIEH MPOSBIISIETCST BBICOKAS YCTOMUYMBOCTD STNTE-
HETUYECKOM CUCTEMBI, MADKUPYeMast YCTOWIUBOCTHIO YaCTOT BCTPEYAEMO-
ctu heHOB HEMEeTPUYECKUX ITPU3HAKOB. Ee yCcTONYMBOCTD MTPOSBUIIACDH K
TakuM (hakTopam cpelpl, Kak Tpodudeckuit (MI3MeHeHe T1eThl MaTeph ),
TeMIepaTypPHbIN, TOPMOHATBHBIN U TOKCUYECKU. YPOBEHb MEKJIMHET -
HBIX (HacJIeICTBEHHDIX) PA3JIUYUil B 9TOM cJyyae CyHIeCTBEHHO BBIIIE
BHYTPUJIMHEHHBIX (00yCIOBIEHHBIX cpefoBbiMU (akTopamu). s apy-
TOi CHUCTEMBI IPU3HAKOB — METPUYECKUX (Pa3MEepPHO-BECOBBIX) — CUTYa-
IS TIPOTUBOIOJIOKHA: B 9TOM CJlydae 00YCIOBICHHbBIEC CPEOBBIMU (haK-
TOpaMU pa3anyus (BHYTPUINHEHHDIC) CYIIECTBEHHO ITPEBBIIIAIOT MEKJIIH-
Helinble. Takue IpU3HAKK KpaiiHe HeyCTOMUMBBI U 3aBUCST OT COCTOSTHUS
cpeloBbIX (PaKTOPOB, COMYTCTBYIONIMX MOPQOTeHe3y U IIPOIEcCy pocTa —
pasmeporenesy. HacencrBeHHasd KOMIIOHEHTA METPUYECKUX TPU3HAKOB
CyIIeCTBEHHO MEHbIIIE, YeM Y HEMETPHUYECKUX.

O6HapyKeHo, YTO AMUTCHETHYECKAS AMBEP