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«Koeada co mHoU coarauiaromes,
A UYBCMBYIO, YIMO 5 HE NPAs»

A. A. Jlobuuwes

INPEJIUCIIOBUE

OBOJIIOLIMOHHOE ydeHHe OObLEIMHSIET pas/HyHble pasiesbl OHOJIOTHYECKOTO
3HAHWS M MOITOMY MIPaEeT KJIOUYEBYIO poJib B OHOJOrHH. OOLIEeNPU3HAHHBIM Mpe-
CTaBJIEHHEM O IBOJIIOLMH SIBJASETCS] TEOPHUS], HA3bIBAeMasi CHHTETHUECKOH. DTa Teo-
pHUsl pacCMaTPUBAET 3BOJIIOLMIO KaK peKOMOUHAIIMOHHOE Npeobpa3oBaHKe MOMyJisi-
LIMOHHBIX FeHO(OHIOB TOJL AEACTBUEM €CTECTBEHHOT0 0TOOpa.

B nauum g1u 61oJiorus nepexKuBaeT KPUTHUECKUH 9TaM CBOETro pa3BUTHS: 3a 10~
c/le/IHHE JIBA IECATHIIETHS 3HAYUTELHO BO3POCJIO UMC/IO OTEYECTBEHHBIX U 3apy0esK-
HBIX MyOJIMKaLKH, B KOTOPbIX OTMEYAETCs], YTO CHHTETHUYECKAs TEOpHsl He alleKBaTHa
COBPEMEHHBIM 3HAHHSIM O XOJIe 3BOJIIOLMOHHOTO Mpoliecca. COOTBETCTBEHHO, Je/a-
I0TCS1 TIOMbBITKY TIPEOJIOJIETh Hecoryiacue Teopuu U (pakToB. 3anajaHble GHOJIOTH, He
Oylyuu 3HAKOMbI ¢ paGoTaMu CBOMX POCCHICKHUX KoJIer, HarpaBJ/sioT CBOM YCHJIHS
MCKJIIOUUTENBHO HA OO'be/IHHEHHE CHHTETHYECKOH TEOPUH ¢ OOLUMMHU KOHUEMUAMH
6UosI0THH pa3BUTHs. Hu oiHa U3 3THX I0BOJIBHO MHOTOUYHC/IEHHBIX MOMBITOK HE OKOH -
YuJlach yCreuHo, OCKOJIbKY KOHUEMIMS »KEeCTKOTr0 HacJ/1e/oBaH|sl, Ha KOTOPOi oc-
HOBaHa CHHTETHUYECKAsl TEOPHsl, MPUHLIMITHAJIBLHO HECOBMECTHMA C JIAHHBIMU 3MOPH-
OJIOTHH, MOJIEKYJIIPHON FeHETHKH U (DeHOreHEeTHKH. DTa HECOBMECTHMOCTb 0CO3HAHA
OTeYeCTBEHHbIMH aBTOpaMH. B pesysibrate HOBasi 3BOJIOLMOHHAS MapagurMa —
SMUreHeTHYeCKas Teopus — TosiBWIach y Hac B cTpaHe. OaHako pabGoThl
M. A. llInikuHa, e chopMyIHpOBaHa TEOPHst, 0 CHX MOP MaJio 06CYKIAJIUCh Jia-
e B Pocenn. OiHa U3 BO3MOXKHBIX TPUUMH — KpalHUH HE0CTATOK KJAacCHUECKOH
¥ COBPEMEHHOH MHOCTPaHHOH HaydyHOH JiuTepaTypbl. [Ipemaraemasi MoHorpadus
SIBJISIETCS TIEPBOM MOTIBITKONH BOCIIOJIHUTD UMEIOLLMICS TPOoOes H CPAaBHUTb CUHTETH-
YeCKYI0 U SMUIeHeTHUECKYIO TEOPHH HAa OCHOBE aHaJ/IM3a 110 BO3MOXKHOCTH GoJiee LIu-
POKOT0 Kpyra OTe4ecTBEHHOMN H 3apyOeKHOH OHONIOTHYECKOH JIMTepaTyphl.

Kuura cocTouT 13 BBeIeHHs, AEBSATH [1aB, 00'beIMHEHHBIX B TPH YaCTH, PyCcCKO-
ro U aHIVIMHCKOTO pesioMe, a TaKKe CIUCKa JUTepaTypbl. Bo BBeneHHH pacecMoTpeHsbl
o011He TOAXO/Ibl K CpaBHEHHIO HayuHbIX Teopuil. HacTb | nocpsilieHa ocHoBaM Heo-
napBuHu3Ma. [lepBble [Be T/1aBbl COEpKAT U3/IOKEHHE JIBYX BeTBEH HeolapBHHHU3-
Ma: MyTallMOHHOH M CHHTETHYECKOH 3BOJMIOLMOHHBIX TeopHii. B riase 1 o6cyxknator-
Csl TMIOTE3bl O MYTAalLMOHHOM MPOHUCXOXKAEHHH TaKCOHOB — Pa3HOBMAHOCTH
HeolapBUHM3Ma, HauboJjiee TOMyJNSPHOH CPeIM aHIJIO-aMepPUKaHCKMX GHOJIOroB
1 CBSI3aHHOH ¢ OypHbIM Pa3BUTHEM MCCJIEIOBAHUN FOMEOTHYECKHUX reHOB. CHHTETH-
yeckast TeopHsl paCCMOTPeHa BO BTOPOH IViaBe, BKJIOYAs KPATKYIO HCTOPHIO ee pas-
BUTHS cO BpeMeHH cosanus B 1920-x rofax o Hauuux aHed. B riase 3 npuBogstes
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BCE OCHOBHbIE BO3PaXKEHHs1, BbICKA3bIBAEMbIE B a/IpeC CHHTETHUECKOH TEOPHH COBpe-
MEHHBIMH aBTOpaMH. B ueTBepTOl ryiaBe aHaIM3UPYETCsl COOTHOLLIEHHE MEXK/Y reHa-
MH H (heHOTHTTHIECKMMH NMPH3HAKAMU Ha OCHOBAHHH JIAHHBIX MO reHeTHKe noJia. [1o-
Ka3aHo, UTO 3BOJIIOLMS U3MEHSIET COOTHOLIEHHE MEXKy FeHaMH W MPU3HAKAMH. DTO
00CTOSITE/ILCTBO JIEJIAeT I3bIKK FeHETHKH H MOP(MOJIOrHY B3aHMHO HEMEPEBOIUMbIMH.
CJie/loBaTe/IbHO, THIIOTE3a O YKECTKOM COOTBETCTBHH (PeHOTHIA M MeHOTHIIA, JIexKa-
1iasi B OCHOBE HeOoJapBUHH3MAa, HenpaBoMepHa H oOyc/aB/IHBAeT HealeKBATHOCTD
CHHTETHYECKOH TEOPHH COBPEMEHHOMY COCTOSIHHIO OHOJIOTHUECKOTO 3HAHHSI.

B Yactu Il ob6cyxnaercss nepcrnekTHBa HOBOTO 3IBOJIIOIIMOHHOTO CHHTE3a.
AnureHeTHYECKAsl TEOPHsT OMHMCbIBAET BOJIIOLMIO KaK MePEXo/ MeXKIy JByMs yc-
TOHYHUBBIMH (DEHOTHITHUECKUMH COCTOSTHUSIMH, OOYCJIOBJIEHHBIH €CTECTBEHHBIM OT-
6opoM. M3J103KeHHI0 TEOPHH TIPEIIeCTBYeT IJlaBa 5, B KOTOPOH 00CYKIaTCs
MHEHHST O MPHUMHAX, OMPENEJSIONIMX OTHOCHTEIbHOE MOCTOSIHCTBO JMKOTO THMA
B MOCJIeIOBATebHBIX MOKoeHHsIX. CleJlaH BbIBOJI, UTO MOCTOSIHCTBO (DEHOTHIIOB
HMeeT MECTO BCJIEJICTBHE ONTHMAJbHON MPUCIOCOBJIEHHOCTH K 3aHUMaeMOK HHIIIE.
B rniaBe 6 paccMOTpeHbI IJIaBHbIE MOJIOKEHHS AMUIeHETHIECKOH TEOPHH, OCHOBAH -
Hble Ha paborax M. Y. llImanbraysena, K. X. Younuurrona u M. A. [Iuniknxa.

B Tpex cieyronux riaBax o6Cy»KIaeTcst COOTHOIIEHHE SMUTeHeTHIeCKOH Teo-
PHH C JIByMs1 PACMpOCTPAHEHHBIMH H HbIHE KJIaCCHUECKHUMH 3BOJIIOLMOHHBIMH KOH-
LEMNIUsIMU: JJaMapKU3MOM W HOMOTreHe30M. [J1aBa 7 MokasbIBaeT, 4ToO K OMHCAHHIO
3BOJIIOLMH C ONpeJIeJIEHHbIMH OMPAHUUEHHSIMU TIPHJIOKUMbI OCHOBHbIE 3BOJIOLIHOH -
Hble B3nsibl K. B. Jlamapka, KoTopble BMOJIHE COMIACYIOTCS C JAHHBIMU KCIEPH -
MEHTOB M HabJo/ieHH#. BoJiee Toro, anureHeTHUECKAast TEOPHST 3aCJy»KMBAET Ha3Ba-
Hue Jlamapko-JlapBHHH3M, TOCKOJIbKY OCHOBaHa Ha MOHSITHH 00 AaCCHMUJISILIMH
MOP(0O30B — COBPEMEHHOH MOJM(MHKALMK KOHLEMIHH HAC/Ie0BaHHsT PHOOPETEH-
HbIX MPU3HAKOB.

B uesiom, snureHeTHyecKasi TEOPHsi MOXKET MPETEHI0BATh Ha POJIb HOBOTO 3BO-
JIIOLIMOHHOTO CHHTE3a. DTOT BLIBOJL C/Ie/IaH B IVIaBe 7 Ha TOM OCHOBAHHH, UTO TE€OPHS
o6ecreunBaeT HEMPOTHBOPEUHBOE 0OBEIMHEHHE YUEHH ST O €CTECTBEHHOM 0TOOPE He
TOJILKO C YJIETPACOBPEMEHHBIMH JAHHBIMH MOJIEKYJISIPHON F€HETHKH H KJIETOUHOMN GH-
OJIOTHH PA3BUTHSI, HO M C KJIACCHUECKHMHU KOHLIeMNHsiMU. BmecTe ¢ Tem, chepa Kom-
MeTEHIUH THTeHEeTHYECKOH TEOPHH JIOBOJILHO OrpaHHUeHa: OHA SIBJISIETCs TeOpHel
MHKDPO3BOJIIOLIMH U He pacripoCTPaHSIeTCsl Ha MPOMCXOXKIEHHE CTaPLINX TAKCOHOB.
OnHako TeopHst yKa3blBaeT HOBble HarpaBJeHHs HCCIEIOBAHHH U MTOITOMY MOMKET
ChIrpaTh POJib METOJIOJIOTMUECKON OCHOBBI JI/Is IaJIbHEHIIIEr0 PA3BUTHsT GHOJIOTHH.

Yacrs 111, cocrositiasi U3 AByX MOC/IEHKX IJ1aB, MOCBSIIEHA PACCMOTPEHHIO BhI-
BOJIOB O MAaKPO3BOJIIOLMH, BBITEKAIOLIMX U3 STTHreHeTHIecKol TeoprH. B riase 8 06-
CYXKIAKOTCST CEJIEKIMOHHBIN U MOporeHeTHUECKHEH (akTopbl (hopMooGpasoBaHHs,
JIEHCTBYOLLHE B MTpoliecce 3BoJoLuK. Cies1aH BHIBOJ O IOTIOJHUTELHOCTH (haKTOPOB,
4TO 00YCJIaBJIHBAET HEOTIPEIENEHHOCTL 00bsICHEHHI (DOPMBI 2KHBbIX cyliiecTs. [Ipes-
JlaraeTcsi Crnoco6 CHUXKEHHsT HEOTIPe/IeJIEHHOCTH, OCHOBAHHbIH Ha MPHHIMIIE IBOJIIO-
1oHHOU crabumndannn gynkuuit H. B. Kokiaiickoro. B nocsenneii, nessitoii rnase
MOKa3aHbl BO3MOXKHOCTH TEOPETHYECKOrO OMUCAHHST W MPEICKAa3aHHUsI HEOTKPBIThIX
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(hopM OpraHU3MOB, CBsSI3aHHbIE C aHAJIUTHUECKUM TPEICTaBJIEHHEM IVIABHOTO (hOpMO-
o6pasyolero akropa, AeHCTBYIOLIETO B KOHKPETHOH 3SBOJIIOLUMOHHON CHTYallMH.
[IpuBozSITCS TPUMEPDI TTOCTPOEHHS TapaMETPHUECKHUX CHUCTEM, OrpaHHYMBAIOLLUX OU-
0JIorHYecKoe pa3HooOpa3ne i OCHOBAHHbBIX HA MPOSIBJIEHHH CeJIEKLIMOHHbIX MO0 MOP-
(horeHeTHUECKUX 3aKOHOMEPHOCTEH B 9BOJIIOLMH KUBOTHBIX M pacTeHui. B 3akioye-
HUe KpaTKO PEe3IOMHUPYeTCsl COlAepKaHHe KHUIM C BBIBOJOM O Liesieco0OpasHOCTH
JlaJIbHEeHIIeH IeTaslbHON pa3paboTKH SMTUTeHeTHUECKOH TeOPHUH SBOJIIOLIMH.

Kax nokasblBaeT npeiecTByOUIMiI ONbIT XKypHaIbHBIX MyOJUKALHH OCHOBHBIX
MOJIO?KEHHH 3TOH KHMTH, M3JaraeMoe MHOH MHEHHe JI0CTaTOUHO CIIOPHO M HMeeT
JIMLLIL HeBOJIbLLIOE YHCJI0 CTOPOHHUKOB. JlymMato, 3TO He TOJIbKO BIOJIHE €CTECTBEHHO,
HO M XOPOLIO: HayuyHast paboTa, ¢ KOTOPOH BCe COIVIAaCHbI, IBHO HE HOBA U, COOTBET-
CTBEHHO, He CTOMT ycHJHi. Tak UJM HHAUe, 3HAUMTEJIBHOIO COTJIACHS U HEJIb3sT 0XKH -
JIaTh, TIOCKOJIbKY KHHIa COAEPXKHUT HUUEM He 3aByaslMpoOBaHHOE OTPULAHHME AABHO
CJIOXKMBLLIEr0OCS] B3IVIsIA HA BOJIOLIMIO, KOTOPBIH BoLLeJ B y4eOHUKH H, COOTBETCT-
BEHHO, B YMbl OTPOMHOT0 GOJIbLIMHCTBA GHOMIOrOB. Beé xKe Hazietoch, YTo npojesaH-
Hast paboTa BCTPETUT MYCThb He MOIEPKKY, HO BCE 2Ke MHTepeC CMelMaluCcTOB: KHU-
ra COJIEPKUT JOBOJIBHO MOJHBbIA 0030p KJACCHUECKHX M HOBBIX 3IBOJIIOLMOHHbBIX
KOHUEMUMH, MPUYEM KJacCHUeCKHe B3IVIsibl BO MHOTHX CJlydasix NpHoOpeTatoT He-
MPUBBIYHYIO OKPACKY B CBETE TIPUBOJMMbIX M M0 BO3MOXKHOCTH JIeTa/lbHO 0O'bsICHSIe-
MBIX JIAHHBIX U3 pasHbIX obJacTell COBpeMEHHOH OHOJIOTHH.

Kuura 6bi1a 661 MeHee 1oJiHOH U GoJiee HesicHOH 6e3 MHOTOJIETHEN PY»KEeCKOH
MOMOLLH U GJ1aroxesiaTesbHON KpUTHKH MOUX KOJIIer (MHOTHE U3 KOTOPBIX, BITPOUEM,
BIOJIHE He COTVIACHbI C SMUIeHEeTHYECKOH TeOpHel WK ¢ MOeH UHTeprpeTalleli ee).
[Tostomy st mpuHotiy cBoto npusHaresibHocTh [. B. Kodpmany (Muerutyt Jsieca um.
B. H. CykaueBa CO PAH, Kpachosipck), A. T1. Pacuuupiny u M. A. Iuuikuny (I1a-
JieonTosiornueckuit HHetuTyT PAH, Mocksa), C. 1. Maciosy u I 1O. Jlio6apckomy
(MIY), 3. P. bynpucy (Muctutyt skosorun AH Jlutosckoit Pecniybnku, BuJb-
Hioc), Tonn lnkcony (A. E Dixon, University of East Anglia, Norwich, U. K.), Po-
6epry Hamm u Kapay lancy (R. Dudley, C. Gans, University of Texas, Austin,
U. S. A.). Baxneiiliee 3HaueHue Jjisi GOPMHPOBAHHST Psiia OCHOBHBIX MOJIOMKEHHE
3TOH KHUTH uMesii paboThl nokokHoro H. B. Kokinaiickoro (Muctutyt npo6siem sxo-
Joruu W sosiotk UM, A. H. CeBepuioa PAH, Mocksa), obliieHHe W nepernncka ¢
HuM. [TepBoHauanbHO H3NAHHAS BEPCHST B 3HAYNUTEJIbHOM CTeNeHH nepepaboTaHa nof
BJIMSIHUEM KPUTHKH PElIEH3EHTOB.

Kuura nocssiiiaercst cetsioit namst moero otua J1. JI. Ipogautikoro, st Ko-
ro apryMeHTHPOBaHHOE Hecoryiacue ¢ MHeHHeM OOJIbILIMHCTBA ObIO €CTECTBEHHbIM
CTHJIEM MbILLJIEHUST U 2KU3HH.

. JI. Ipoonuyruii
Kpacnoapck, 26 aseycma 2001 e.



BBEJIEHHE: HAYHYHOE JTOKA3ATEJILCTBO
U CPABHEHUE TEOPUU

Hayky, Tem GoJjiee TeOpETHUECKYIO YACTO MPEICTAaBJSIOT KaK COBEpPLIEHHO
0co0y10 06J1aCTb YeJIOBEUECKOH 1eATEIbHOCTH, T/ie BCe onpeeseTcs crneluduye-
CKMMM 3aKOHAMHU U TIPaBUJIaMH, a YCIeX 3aBUCHUT OT BJIAJIEHUS] HEKUMH <METOlaMH
CO3/IaHUs TeOpUH». DTO e/1Ba JIM BEPHO: HAyKa SIBJSETCS «HE UeM UHBIM Kak GoJiee
CHCTEMATHYECKH MOCTPOEHHBIM YCOBEPIIECHCTBOBAHHEM [OBCEIHEBHOIO MbILLLIE-
Hust» (DuHwTedH, 1967), Tie, TOUHO KaK B XKU3HH, MOMUMO OGaraka 3HaHUH HYX-
HbI TOJILKO CMOCOOHOCTb K AJUTEJIbHOMY COCPEIOTOYEHHIO HA TPEAMETE HUCCJIe0-
BaHMK, (haHTa3usi, 4YTOObl BOBPEMS AOTafaTbCsl, YECTHOCTb, UTOObI MPOBEPHUTH
JIOTaJIKy, 1 UyBCTBO I0OMOpA, YTOObI 0TKA3aThCsl OT CBOEH JIOTa/KM, €C/IM OHa OKa-
JKETCsl HEBEPHOH.

Hayka Bcerpa HauuHaeTcst co c6opa HaGMIOAECHUH U COCTABJIEHHS HX KOJIIEK-
LMU. YBJICUEHHbIH coOUpaTe/ib JIIOOUT CBOIO KOJUIEKLIMIO H CTPEMUTCS COIEPKATh ee
B MOpsiIKe — Tak, YTOObl MOXKHO ObIIO B JII060H MOMEHT HAHTH HYKHBIH 9KCIIOHAT.
CrpemJieHHe K NOPSIKY MOPOKIAET CHCTEMY — MPOCTOH Habop NpaBuJ, B COOTBET-
CTBHH C KOTOPBIMH pacroJioxkeHbl hakTbl. Tak coznaercs kaaccupurkauus HabJoe-
HUH — MepBbIi 9Tan pa3BUTHs HayKu. Kyaccudukauusi COCTOUT U3 onpeaeseHui,
KaxK10€ U3 KOTOPBIX COAEPKUT (POPMYJTMPOBKY NPU3HAKOB, MO KOTOPBLIM IaHHOE §IB-
JIEHHE MOXKHO OTJIMUMTH OT MPOUHX.

3aTeM BO3HUKAeT €CTECTBEHHOE KeJlaHHe 0ObSICHUTL HabJtofaemble sBJe-
HHUS, T. €. TIOHSITb NIPUUYKHBI, BbI3BaBILME K WX KU3HH. OTClOfa HAYMHACTCS Teope-
THUECKUH 3Tarn pa3BUTHs HayKH. OObIYHO 0ObICHEHHE CJIeLyeT BO BpEMEHHU 32 Of1-
penenendeM. Hanpumep, tabmuua MenaeseeBa — KjacCUPUKALUS XHMHUYECKUX
9J1EMEHTOB — M0Jyunsia 0ObsCHEHHE JIULIb NOCJE MOSIBJICHUSI TEOPUH CTPOECHHS
aToMma, T. €. MOJIBEKA CIYCTsl MoCsIe CBOEro co3nanusi. Pexke o0bsicHEHHE MOSIBJIS -
eTcsl paHblle onpeesenus. B aToM ciydyae peub MAET O TEOPETHUECKOM MPEIBHIE-
HHU, IPUMEPBI KOTOPOTO B GHOJIOMHH UPe3BbIYAHHO PEIKH.

[leHHOCTb KaXKI0r0 0ObsICHEHUS (@ U JI0O0H HaydHOH pabOoThbl) TeM BBILLIE,
yeM GoJiblle CJEACTBUE OHO JIONYyCKaeT, ueM Jiyylle (npoule U ObicTpee) OHO Mo3-
BOJISIET TIEPEXO/IUTH OT OAHOrO (pakTa K Apyromy. Ecsiu onpenesneHust AessT CriloL-
HYyI0 Maccy HH(OPMaLMK Ha YacTH, MO3BOJISAS BUIETb CTPYKTYPY BMECTO Xaoca, TO
00BSICHEHHUST CBSA3BIBAIOT YACTH B 11€J10€, B OPraHu3M, B KOCMOC, B €IUHYIO KapTHHY
MHUpa.

Brepsble nosiBuBLIeecs: 00bsICHEHHE BbICKA3bIBAIOT B MPENOJ0KUTEIbHOH
topme. [Ipennonoxenus nopiexaT NpoBepKe ¢ MOMOLLbIO HAGJIOAEHHS WK 9KC-
nepumenTa. Eciu HabuiofaeMblil pe3ysibTaT OKasblBaeTcsl B JOCTATOUHOH Mepe
CXOJIEH C OXKMJIAHUEM, TO TUIIOTE3a CUUTACTCS OATBEPKACHHOH, T. €. COOTBETCTBY-
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[ollell UCTHHE, KOTOPYIO MOXKHO MCIOJIBb30BATh IJIsI JaJbHEHIIero MmpoiBHKeHUsI
B 06J1aCcTb He3HaeMoro. B Hayke, Kak M BooOllle B XKHU3HH, MCTHHHOH Ha3bIBAIOT
«THTIOTE3Y, CMOCOOHYI0 HAUYUIIHM 06pa3oM MPOJIOKHUTD MyTh IPYTHM THIIOTe3aM,
KOTOpBIE CyMeIoT 00bsICHUTL GoJiblie» (Jlopenw, 1998).

Bmecre ¢ TeM, KaK HM epeTHYECKH 3TO 3BYUHT, 3HaUeHHe (PaKTHUECKUX MO -
TBEpKJIEHHUH [UIsT YKpeTJIeHHs] HayuyHOU THIOTe3bl He CJelyeT IepeolleHHBATh.
C ofHO# CTOPOHBI, MOATBEPAKIEHHE MOYKHO TIOJYUUTh PAKTHUECKH JIjIsl JII06OH Te-
opuu (ITorinep, 1983). Tak, ILI. Bouns (Bonnet, 1773) unmocrpupoan uneto npe-
(hopmu3Ma (3apofIbIll He PA3BUBAETCS, & CONEPIKHUTCS B MTOJIOBBIX KJI€TKAX B MOJHO-
CTbI0 c(hOPMHUPOBAHHOM COCTOSIHHH ) JAHHBIMH 110 SMOPHOJIOTHH TJIeH, Y KOTOPBIX
TIOKOJIEHHST IEHCTBUTELHO «BJIOXKEHBI» JIPYT B JIpyra: 3apoJIblIlH, pa3BUBAIOILIHE-
sl B TeJie CaMKH, HecyT B ceGe aMOPHOHBI clejtytoliiero nokosienust (Eastop, 1995).
Jpyro#i, 10CTaTOYHO KYpbe3HBIH MPUMep KacaeTcsl TPeX «JI0Ka3aTesbCTB IBOJIO-
IUK», K KOTOPBIM co BpeMeH . JI. Kora oTHOCAT 1aHHbIe CHCTEMATHKH, SMOPHO-
Jgoruu 1 naneontosorun (Cope, 1887). He 3ameuatesibHO JiM, UTO POBHO 3TH Ke
apryMeHTBI TIPUBOJSTCS B J0Ka3aTesbeTBO Myapoctd CoanaTelist, T. e. JUisl MOM-
TBEP2KJIEHHs] TPSIMO TPOTHBOTIOJIOXKHON TUIOTE3bI (CM. JII06OH HOMep XKypHasia
Creation)! Mbl IpUHUMaeM U CUATAEM HCTHHOH THIIOTE3Y O 3BOJIOLUH HE MOTOMY
YTO OHA JIOKA3aHa, a MOTOMY YTO OHA CJIY?KHT OTIIPABHBIM MYHKTOM YISl pPa3HO06-
pasHeMHLINX THUIIOTe3 U UCC/IEOBAHUH — JIOMyCKaeT JasibHellylo paboTy ¥ Toi-
JIePIKUBAET UHTEPEC K YKU3HH.

C ipyro#i CTOPOHBI, MHOTHE GHOJIOTHYeCKHe KOHIIEMLUH 0OLIeNPUHSTHI, HO 110
CHX ITOp TOJIKOM He TIOATBepKIeHbl. Hanpumep, corsiacHo MpUHIMITY KOHKYPEHTHO-
ro uckmtouenust [. @. [ayse, ecsin B 0HOH KOHHIIIE BCTPEYAIOTCS IBE MOMYJSIIUH
pasHbIX BHJIOB, 00JIAAIONINX OIMHAKOBBIMH SKOJIOTHUECKUMH TPeGOBaHUSIMH, TO
OJIHA TMOTYJSIIUST PaHO WJIH TO3[HO BBITECHSIET APYryio. OTMbIThI, KOTOPbIE MPOBeJ
[ayse B moaTBepKIeHHE CBOEH THIIOTE3bl, HACTOJIBLKO MPOCTHI, YTO €CTh BCE OCHO-
BaHHsI COMHEBATbCS B HX aleKBATHOCTH TIPUPONHBIM CHTyalusiM. DoJsiee Toro,
B IIPHPOJIe He ObIBAaeT OMHAKOBBIX BUIOB, H MI03TOMY NMPHHIMN [ay3e oka3biBaeTcsi
B npuHiune He npoepsieM (Simberloff, 1981). 3Hauut s 310, UTO NPUHIIKT He Be-
peH U He Hy:keH? Ha Moil B3ruisin, He 3HauuT. BriosiHe f0cTaTOUHO, YTO MPUHIIAIT
cllellyeT U3 KOHIEMIIHUH eCTeCTBEHHOro 0T6opa U He TIPOTHBOPEUUT TOMY, UTO MBI
3HaeM O XKHBBIX CYIECTBAX.

Hpyro# npumep — npasusio beprmana (a6coJoTHbIE pa3Mephbl TeJia XKUBOT-
HBIX YBEJIMUUBAIOTCSI B BBICOKUX ILIMPOTax ). Bposie Obl, B 9TOM NpaBHJie HUKTO Bee-
pbe3 He COMHEBAEeTCsI, XOTsI CITUCOK HCKJIIOUEeHHH JI0CTaTOUHO BesiMK. OMHAKO JUisi
TOJIydeHHsT HAEXKHOTO TOATBEPKAEHHST CJIeN0BAN0 Obl UMCJIEHHO TI0Ka3aTh, YTO
yBeJIMUeHHe pa3MepoB BeleT K YMEHBILEHHIO TEMJ00TIauH, YTO B CBOIO OUepellb
006yC/IaBJUBaEeT MOBBIILIEHHYI0 BEPOSITHOCTL OCTABJEHHS] IOTOMCTBA. DTOT apry-
MEHT, JI0OCTATOUHO SICHBIN caM Mo ce6e, 04eHb TPYAHO MOAKPENHUTb BHIUMCIEHHSIMU
¥ H3MepeHHUsIMH: MEXOBOK TIOKPOB HMeET PA3/INYHYIO TOJIIMHY Ha pa3HbIX ydacTKax
Tesia, opMa TeJia 3aBUCHUT OT TO3bI, KOTOpast Bce BpeMst H3MeHsIeTCsl, TOBeIeHHe
ocobell (B TOM uHcIie TemiocOeperaroliee ) pasandaercst Mexny Bugamu (LLImunr-
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Huenbcen, 1987). Kak cnencrsue, npaBuio beprmana He uMeeT CKoJIbLKO-HUGYTL
CTPOTOro MOATBEPIKIEHHSI, UTO BOBCE He MellaeT eMy CUMTAThCS ClIPABEUIMBbLIM.

He meHee TpyaHO 06CTOUT 71810 M CO CBATAs CBSITBIX — C €CTECTBEHHBIM OT-
60poM. DTy KOHLEMLHUIO, KOTOPast yzKe GoJiee CTa JIeT CYKUT OCHOBOH JUIsl pa3BU-
THUs1 Bcell GUOJIOTHH, e/1Ba JIM MOYKHO CUMTATh KOT/A-JIHO0 MOATBEPKICHHOH HABJII0 -
JIeHUsSIMH JIHOO 3KCrepuMeHTaMH. B camoM Jiesie, Kak NMPOBEpUTh NPaBIHBOCTD
BbICKA3bIBAHHST «B Pa3MHOKEHHH Y4aCTBYIOT TOJIbKO HanboJiee MpUcrnocobaeHHble
0co0M», eciii NPUCIOCOGIEHHBIMH CUMTAIOTCS KaK pa3 Te, KTO ydacTByeT B pas-
MHOxKeHUH? Co3naeTcst TOPOUHbIH KPYr — TaBTOJIOTHS, HA KOTOPYIO H3/laBHaA 00-
paianu BHuManue 6uosiorn (Maynard Smith, 1969). Tlo unee, u3 storo koJblia
€CTh BBIXOJ: MOXKHO TMPEANOJNOXKHUTb, YTO HauboJiee MpUCIocoOaeHHble 0COOH —
9TO Te, KTO MPH MPOUYHX PABHBIX YCIOBUSIX TPATHT HA Pa3MHOXKEHHE HaUMeHbllee
KOJIMUECTBO 3Hepruu. Kak, ofiHaKo »ke, U3MEPUTb IHEPrOEMKOCTb KH3HEHHBIX LIHK-
JIOB, 00ecreyuB MpU 3TOM «Mpoyne paBHble»? HyxKHbl KpafiHe H3oLpeHHble SKC-
NepUMEHTBI, MPUYEM MOXKHO 3apaHee He COMHEBAThbCsl B OLlEHKe, KOTOPYIO UM Ja-
JyT CKENTHKW. B npuHUMIE, MOKHO 0OPaTHTbCS K KOCBEHHBIM apryMeHTaM,
KOTOpble KacaloTcsl ajlanTalliid, CBA3aHHbIX ¢ SKOHOMHEH HEepPruu — HarpuMep,
K ToMy 2ke nipaButy beprmana (ILIBapi, 1980), Ho 1 HA 3TOM TyTH OXKUAAIOT TPY/L-
HOCTH, y2Ke 00CyKIaBlIHecs Bblllle. DTH TPYAHOCTH BPSL JH CJedyeT npeojoJie-
BaTb: HET CMbIC/Ia KapaOKaTbCsl HA CTEHY, KOTOPYIO MOXKHO 6e3 Tpyna 0GOUTH —
Be/lb B PeaJibHOCTH 0TOOPA KaK IMIaBHOTO ABHKYLLETO (haKTOpa 9BOJIIOLMH MaJIo KTO
comHeBaeTcsl. B KoHIle KOHLOB, HUKTO HUIJle W HUKOTA He COOJI0aJ MOJHOCTbIO
3anoBeau Xpucta. [lagaer jid ot 3TOr0 3HaUeHHe XPUCTHAHCTBA?

OpHako Hy»KHO CeJ1aTh U CJeyOILHH BBIBOML: B HayKe, a TeM 6oJiee B GHOJIO-
THH, OTCYTCTBHE CTPOIHX MOATBEPAKIECHUI HE CUMTAETCS HEMPOCTHTENbHBIM Hel0-
cTaTKoM runotesbl. JloctatouHo, ecu npeajaraeMoe 00bsiCHEHHE He TPOTHBOPE-
YUT JEHCTBUTENBHOCTH M TPH 3TOM CONJIACyeTcsl ¢ MCTHHAMM, pasjieJsisieMbIMH
Hay4HbIM COOOLIECTBOM.

Komnieke B3auMocBsidaHHbIX 06bsiCHEHUH HasbIBalOT Teopuel. PakTuueckH,
HayuHasl TEOPHSI MPeACTaB/seT COO0H SI3bIK — CHUCTEMy MOHSATHH, MO3BOJISIIOLLYIO
abCTPaKTHO pacCy:KAaTh O SIBJCHHUSIX MPUPOALI. Teopus 1aeT BO3MOXKHOCTb CO3/1a-
BaTb 00pasbl (HJH MOJIEJIHN ) SIBJIEHUH B BUIe 3HAKOB (CJI0B JIMOO IPYTHX CUMBOJIOB ),
YMO3PUTEJLHO paccMaTpUBaTh B3aUMOJEHCTBHSI 3TUX 00Pa30B U CTPOUTb THIIOTE-
3bl O peajibHOM [OBEIEHHH COOTBETCTBYIOLIMX MPUPOAHBIX OOBEKTOB B Te€X WJH
MHBIX 00CTOSITEILCTBAX.

B orsinune ot KoJuieKIn# - KnaccupuKaluuii, KOTopble MOTYT TOJIbKO PACTH, Te-
opuu pasBuBaiotcs. [loJ pasBUTHEM MOHMUMAETCSl MPOLECC U3MEHEHHS CJIOXKHBIX
LeJIbHBIX CYLIHOCTEH; 5TOT Npouece UMeeT obLLxe YepThl /151 00BEKTOB caMoi pas-
HOH, MaTepHasibHOH U HjeasbHOM npupossl (Paytuan, 1988). Passutue HayuHoit
TEOPHH MPOXOAUT HECKOJIBbKO 3TanoB. CHauasia B paMKax Kakoro-Jau60o 0TIeqbHOro
10Ji51 UCC/IeI0BaHNH (DOPMYJIUPYETCST OIHA MJIH HECKOJIBKO HayaJlbHbIX THIOTE3 —
3apojblll TeopHH. K3 6a30BbIX rHIIOTE3 BHIBOAATCS pasHooOpasHble 06bsICHEHMUS,
pacrnpocTpaHsIolLye 9TH TUIOTe3bl Ha MHOTHE 06J1aCTH HAYKH, B Npe/iesiax KOTOpo#H
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TIPOXOMIUT PA3BUTHE TeOPHH. TaKUM 06pa3oM, pas/HuHble pasiesibl 3HaHUs oOpeTa-
IOT B3aMMOCB$I3b 1 BO3MOXKHOCTb Jlajiee PA3BHBATLCS COTIPSKEHHO, UTO MOPOXKIA-
€T HOBbIe TPEIOJNOKEHNST U, COOTBETCTBEHHO, HOBbIE HAIpPABJIEHHUs HCCIIEI0Ba-
HUil. Xopollasi TeOpusi BCera sIBJIsIeTCsT MapajurMoH, T. €. CJy»KUT HHCTPYMEHTOM
pa3BUTHsI 3HAHHSI, CO3/IaBast OCHOBY JJIsi TIOCTAHOBKHU MPOGJIeM U BbIIBHKEHHUST TH-
nores.

[Ipouecc pa3BuTHst cUCTeMbl 0OBSICHEHHH KOHEUeH: MPUXOMHUT BpeMsl, KOrja
TeopHsi epecTaeT MOPOXKAATH HOBbIe 3HAUMMBIE THIIOTE3bI, 3aTO BO3PACTAET YHCIIO
He TMOJITBe PAMBILIMXCS PEITOJOKEHHH U OTpeiesisieTcsi 06beM 3HaHHI, KOTOpble He
yIaJIoCch MPUBS3ATh K pasiesy HayKH, U3 KOTOPOTo MPOH30LIIa UCXOHAsT THIIOTe3a.
[To sToit mprurHe Jo6asi TeOpHUsi UMEET CBOIO chepy KOMITETEHLIMH, CBOH KPYT YIOB-
JIETBOPHUTEJIbHO 00 bsicHsieMbIX hakToB (KyH, 1975; [ymunes, [Tanuenxo, 1990).

OcosHaHWe JOCTHTHYTOTO Tpeiesia 0ObSICHUTEILHBIX CIOCOGHOCTEH TeOpHH
¥ COXpaHsIfolleecst CTpeMJIeHHe BCe-TaK| TIOCTHYb eIUHBIH MOPSIOK Bellleil 3acTaB-
JisieT uccJiefoBaTesiell (opMyJIMpOBaTh IPYrye THIIOTE3bI, TIPETEH/IYIOIHE 3a POJIb
[leHTpa KPUCTAJUIM3ALMH HOBOH TeopuH. PaHO MJIH MO3IHO OHA U3 TIOMBITOK OKa-
3bIBaeTcsl yaauHol. Toria mpoucxXouT ouepeHoN CHHTE3 3HAHHUSI, B pe3yJibTaTe KO-
TOPOTO TOSIBJISIETCST HOBAst TEOPHSI.

CylilecTBEHHO, UTO KaXIasi Tocjeyiolast Teopusi nMeeT 6oJiee 06NN Xa-
pakTep, ueM MpeIlIeCcTBYIOIAsl, M CTapasi TEOPHsl CTAHOBUTCS YACTHBIM CJlydaeM
HoBo# (KyH, 1975). [Toatomy crapasi Teopusi, XOTb MOXKeT ObITh U jlaJiee UCMOJb-
30BaHa JJis1 0ObSICHEHUST U MOJIE/TMPOBAHHUS SIBJIEHHIH YaCTHOTO XapaKTepa, OKa3bl-
BaeTCsl HeHY»KHOH KaK 0ObICHUTENbHBIH anmapat obllieHayyHoro 3HadeHusi. Kak
CJIE[ICTBHE, TEOPUH YCTApEeBAIOT, B OTJNUYHE OT KOJJIEKUME HaOJIONeHNH, 3aMeda-
TeJIbHBIMH TIPUMEPAMU BEUHOCTH KOTOPBIX MOTYT CJy»KUTh KHHI'H bpema u Pabpa.

PaccMOTpeHHBIH X0 pA3BUTHS TEOPHI BBITJISUT TaK [VIaJKO TOJIBKO B PETPO-
CTIEKTHBE, B TO BpeMsl KaK Jisi O4eBHAA COOBITHSI H300UMYIOT POTHBOPEUHSIMH
¥ KosnausiMu. Hanbosiee nHTepeceH KPUTHUECKHI MOMEHT Pa3BUTHs HAyKH: KOT-
Jla cTapasi Teopusi ellle He OTBEPrHyTa, a KOHKYPHPYIOLast MapajurMa yxKe MosiBU-
Jack. Torna BosHHKaeT HEOGXOMUMOCTb CPABHUTD [IBE€ TEOPUH U PELIUTh, KaKas U3
HUX MPEIIOYTHTEIbHEE B KAUeCTBE OCHOBBI JUIsl IaJIbHEHIIIero Pa3BUTHsI 3HAHMUSI.

Bomnpoc o mpuHATHH HOBOI TEOPHH He HMeeT OLICTPOrO PelleHHs] U 0CTaeTcs
akTyasieH fecsitusietusiMu. LIMpoko pacrpocTpaHeHHOe MHEHHE O TOM, UTO TEOPHIO
MOKHO pa3 M HaBCerya 10Kasath, Mo cyliectBy omn6ouno (Xoaton, 1981). oka-
3aTesIbCTBO — YHCTO JIOTHYECKUH, elyKTUBHBIE TIPUEM, COCTOSILIUE B BbIBEIeHHH
YacTHOTo yTBep:KneHust ua obiero. Tak, mpuHuun [ay3e BBIBOOUTCS U3 MOHSTHS
0 eCTeCTBEHHOM 0TGOpe, KOTOPOE, B CBOIO 0Uepellb, €CTh CJIENCTBHE U3GBLITOUHOTO
pasamHoxeHust U uamenunBocty (Huxley, 1943). B 10 :xke Bpems, obiiiee BbicKasbl-
BaHHe MOXKHO JIMIIb MOATBEPIUTh HJIH, BepHee, HIIOCTPUPOBATH (PAKTHUECKUMH
JaHHBIMY. [MMoTe3k! 06111eT0 3HAUEHHST POXKAAIOTCS TTyTeM UHIYKIIUH, HHTYHTHBHO,
TOJICO3HATEJILHO: He CYIIECTBYET JIOTHUECKOTO TYTH OT (PAKTOB K TEOPHH, TOITOMY
HeT U He MOXKeT ObITh KaKUX-JM60 METOJIOB co3/lanusi Teopuil (diiHiuTeiH, 1967,
Kyn, 1975; [onmnep, 1983). [locTaTouHo IeTKO BHIBECTH JIOTHUECKHE CJIEICTBHST U3
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MaJioro Habopa OCHOBHBIX MOCBIIOK. [0pa3no TpyaHee BrepBble A0raaaThes, Kakue
MUMEHHO M0JI0XKEHHS cilellyeT BbIOpaTh B KauecTBe OCHOBHBIX. MIHTynTHBHAS npupo-
JIa TEOPETHYECKOTO MbILLJIEHHUS IPUAAET MPOBEPKEe HAayYHbIX TEOPHH BECbMa yCJI0B-
HBII Xapakrep.

Baxnefimas uesb J1060i TEOPUU COCTOUT B TOM, YTOOBI JOCTHYb KaK MOXKHO
6oJiee LeNbHONH KAPTHHBI MUpa — TakK, YTOObI U3 110 BO3MOXKHOCTH MEHBLIETO YMC-
Jla 6a30BbIX TUIIOTES JIOTHYECKH BbITEKAJ KaK MOXKHO GoJiee LUMPOKHI KPYT H3BECT-
HbIX hakToB. CJle10BaTe/IbHO, U151 CPABHEHHsI TEOPHI BOZMOXKHBI BCETO TPH KpHUTeE-
pHSl MCTUHHOCTH: TPOCTOTA TEOPETHYECKOH KOHCTPYKLMM, BeJMYHHA Kpyra
KOMIETEHLMH U COOTBETCTBUE OTIBITY.

Bce Tpu KpuTepus asieko He MpOCTbl B MPUMEHEHHH MPHU PeLIeHUH KOH-
KpeTHbIX BorpocoB. [IpocToTa Teopun He MoxKeT ObITh M3MepeHa U OLleHUBaeTCs
cKopee Ha OCHOBE 3CTeTHYecKoro 4yBcTBa. COOTBETCTBEHHO, JtoOble CpaBHEHHS
10 9TOMY MpPU3HAKY OyayT cyObeKTHBHBL. [1pu cornocTaBieHUH LIMPOTHI OXBAThI-
BaeMbIX SIBJEHUH HOBasi Teopus Bcerza OyleT B MPOUTpPbILLIE: JUIsl a€KBaTHOTO
NPEe/ICTaBJIEHHS ee MecTa B HayKe HY:KHO HeMmaJsioe BpeMsi. TpeTuil Kputepui —
COBIAJIEHHE C OMBITOM — KasaJsoch Obl, HaHOOJee OYeBHIIEH, OJIHAKO Ha BBICO-
KOM YpOoBHe aOCTpaKILMK M OH He IaeT pellualoulero rojoca, NockoJbKy Jodoe 13-
MepeHHe UMeeT MOrpellHOCTb U HUKOTJA He COBMaJaeT TOYHO C TEOpPeTHYECKUM
oxuganueM. OT HecoBNaJeHHsi, OMSATb e, €CTb [Ba MyTH: CKENTHKH COYTYT
OLIHUOKY CHCTEMATHYECKOH W YCOMHATCS B MPABUJBHOCTH MpeacKasaHus, 6oJee
JIOBEpUYHBble — HA060POT, OTHECYTCS K OLIHOKE KaK K Cy4aHHOCTH IGO0 NPHLY-
MaloT JIONOJHHUTEJbHOE THITOTETHUECKOe 0ObSICHEHHE TTPUUMHDI, 110 KOTOPOH Ha-
OJ1I0IeHHEe PACXOJUTCS C TeOpUeH.

[TockoJibKy Bce TPH UMEIOLLMEeCs KpUTEPHsI HCTUHHOCTH He Jat0T OIHO3HAYHOH
OLIEHKH, TO HAay4YHYIO TEOPHIO HEeJIb3s1 HHU TTOJIHOCTBIO MOATBEPAUTD, HY OKOHYATEJIb-
HO OTBEPrHyTb. [UnoTesa ocraercst rUNoTe30M, MOKa OHA pa3BUBAeTCs MyTeM IO-
pOXKIIeHHUsT HOBBIX caencTBUi. [IpeBpalileHHe B orMy, KoTopasi He MOUIEKHUT CO-
MHEHHIO, (aKTHYECKH O3HauaeT 3aBeplleHHe Pa3BUTHS — OTBepIEeHHE TEOpHH,
npejecTByolllee ee oTMHpaHuio. BMmecte ¢ TeM, nosydaercs, 4To MPUHATb WM
OTBEPTHYTb HOBYIO TEOPHIO — BOIMPOC CKOpPee BKyca, YeM 00beKTHBHOIO 3HAHUS.
Haub6osee sapkuii Tomy npumep — Hukodsait KonepHuk, 1uist KOToporo peluarounm
KPUTEPHEM B BOMPOCE O CMPABEAIUBOCTH reJIMOLEHTPHUYeCKOH Moaen CoJiHeYHOH
CHCTEMbI OblJ1 YHCTO CTETHYECKUI apryMeHT: «B ceperiHe BceX 3THX OpOUT Haxo-
autcst CosHile, K60 MOXKET JIM MTPEeKPACHbIH ITOT CBETOY ObIThb MOMELLEH ... B IpY-
roM, JyullleM MecTe, OTKy/la OH Mor Gbl Bce ocBelllath co6oii?» (bepnan, 1956).

HeynusurenbHo, 4To resioueHTpuueckast Teopusi B Teuerne 100 Jiet nocse
cMeptH KonepHuka npuo6pesia oueHb Majioe yuceio ctopoHHukos (Kyn, 1975), on-
HaKO 3T0 HOpMaJibHO. COBpeMEHHHKH BOOOLLLE Yallle CKeNTHUECKH OTHOCSTCS K HO-
BbIM 0OJIbLIMM TIpenoJoxkeHusim. [Ipumepos Tomy — macca. [oBopsit, uto CBaH-
Te AppeHHyc NpoBasUJICs Ha 3allUTe CBOEH UCCePTALMI O HOHAX H IUCCOLHALIIH.
Touno Tak e «He rnoBeaso» u Y. Xamuarony (W. B. Hamilton), aBropy HbiHe 06-
11eMpU3HAHHON KOHIeNIIUU 0T60pa poicTBeHHUKOB (kin selection). Beem usBect-
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Hasi peakuusi besnoycoBa-)KaGoTHHCKOTO ceffuac BXOIUT B yueOHHKH, a OTKPBIB-
ummii ee b. [1. BesioycoB He cMor 1pu »KHU3HH XOTs1 GBI OMyGJIMKOBATh JaHHBIE O pe-
akuuu B oTKpbiToM uzfanuu (I1nons, 1997). Teomerpus Jlo6aueBckoro 6blia oc-
MestHa B reyaTH GYKBaJIbHO Kak MeIMIMHCKUH dakT (Cmuara, 1968). Jlyn Araccwir
(aBTOp MpeaCTaBJIEHUs O JISAIHUKOBBIX TE€PHOIAX) TOBOPUI O KOHIEIIIHH eCTeCT-
BEHHOT0 0T6OPA, UTO HajleeTest «MepexkuTh 3Ty Manuto» (Raff, 1996). Orciona no-
BOJIHO OYEBHJIHO, UYTO y4eHble CKJIOHHBI OlleHHBAThb UCTHHHOCTH T€OPETHUECKUX
TIOJIO?KEHHH TT0 COTJIACHIO HE C OTILITOM, a C y2Ke UMEIOLIUMHUCS OOGIIMMH B3TJIsIAMH:
cTapasi TeopHst PEMNsITCTBYeT CTAHOBJIEHHIO HOBOI.

B utore, Teopuio Hesb3s foka3ath. OHa TMOCTYJIUPYeTCs], a 3aTeM JIUOO 0CTa-
€TCsl B CTOPOHE OT IJIABHOTO MyTH Pa3BUTHsI HAYKH, JHGO TPUKUBAETCST B yMax —
K Hell Hy»KHO TPUBBIKHYTb. Ha 310 TpebyeTcst BpeMst: yueHoe COOBIIECTBO JOKHO
TMOHSITh, YTO MPOGJIEMBI, pelllaeMble HOBOH MapaUrMoH, He MOTYT ObITh pellleHbl
B pamKax ctapoii reopun. He 3pst [lapBuH, 3aBepiiast «[IporcxoxneHue BHIOB...»,
3aMeTHJI, YTO HajleeTCsl He Ha MPU3HAHHE OIMBITHLIX HATYPAJIUCTOB, a JIUIIb HA MO-
JIOJIEXKb, KOTOpasi GeCIPUCTPACTHO B3BECHT BCe CTOPOHBI Borpoca (KyH, 1975).

Buosorust oT/iMyaeTcst OT APYrUX HAYK T€M, UTO BCE KUBble 0ObEKTHI B TOH HJIH
MHON Mepe CBsi3aHbI OOLIHOCTBIO MpoHcxoXkeHHst. COOTBETCTBEHHO, 0O bsICHEHHE
J060ro GHOJIOrNYeCcKoro (heHOMeHa CBOAUTCS K TIPEJICTaBIEHHIO XOIa €r0 IBOJIO-
[MK: U3 YeT0 U TIOf BJIUSIHUEM KaKHX HATpPaBJIsIOUINX (PAKTOPOB TAHHLIN (heHOMeH
npousotes. [ToaToMy BOMOLMOHHOE YIeHHe HIPAeT B GHOJNOTHH 00beIUHSIIONLYI0
poJib, KOTOpAsi, MOX0XKe, TOKA He IMeeT aHAJIOTOB B HEGHOJIOTHUECKHX HAayKaX.

BuoJiornst Haumx gHel HaxoauTcst Ha mepenyThbe. CylIeCTBYIOT JBe TEOPHH
GUOJIOTHYECKOH BOJIIOLMH — JIBA YHUBEPCAIbHBIX SI3bIKa, MO3BOJSIIONINX 00bsIC-
HSTb SIBJIEHUSI 2KMBOH MpUpojibl. Teopun HasbiBaloTcsi cuHTeTHdeckas (CTI) v snu-
reHeTuueckasi (9T3).

CuHTeTHUeCKast Teopusi cpopMysupoBaHa 6osiee 70 JieT TOMy Has3aj U Mpo-
1I71a JIOJTHH TyTh MHTEHCHBHOTO Pa3BUTHsI, YCIIELIHO MPeOoIoieB MHOTHe TPYIHOC-
TH, BKJIIOUAsi CKETICHUC OMMOHEHTOB U MHOT00GeIalolHe TUIOTe3bl ONTHMUCTHYEC-
KM HACTPOEHHBIX CTOPOHHMKOB. BMecTe ¢ TeM, mocTerneHHO odopMHics Habop
BO3parKeHHH, BbIIBUTAEMbIX TPOTUB TEOPHH.

OnureHeTHUECKast TEOPHsT CYLIECTBYET BCETO TOJTOpA JAECATHIETHs. ¥ Hee
MaJlo CTOPOHHHKOB M ellle MeHbllle TPOTHBHUKOB. PakTHuecKH, 06CyKIeHHe ITOH
TEOPHH ellle He HavyaJsoch. K YHC/y OueBHIHBIX MPEMMYIIECTB SMHreHeTHUECKOM
KOHIETIIUH CJIeyeT OTHECTH ee COBMECTHMOCTL C GHOJIOTHeH pa3BUTHsI — paslie-
JIOM, KOTOpBIH, 110 06IlleMy NPU3HAHUIO, HECOBMECTHM C CHHTETHUECKOH TeopHueil.
Hanee paccMoTpuM o6e TEOPHH M CPABHUM HX COOTBETCTBHE H3BECTHBIM GHOJIOTH-
YeCKHUM SIBJIEHUSIM U 3aKOHOMEPHOCTSIM.
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Teopust aBosoLkH, cosnanHas lapBUHOM, MpeANoaraeT, 4YTo BUbl Clocod-
HbI TPeBPALLATLCS OIMH B IPYTOH MO/ BJAUSHHEM ecTecTBeHHOro ot6opa. OT6op —
970 M hepeHIIHaNbHOE PASMHOXKEHHE, T. €. OCTaBJIEHHE MOTOMCTBA 0COOSIMHU, KO-
TOpble YeM-JHO0 OTIMYAIOTCS OT HHAMBUIIOB, HE OCTaBUBLLIMX noToMcTBa ([Imaib-
rayseH, 1983, c. 220).

[lepenaua oTsiMumil OT poauTesIel K MOTOMKAM CBs3aHa C OCHOBHBIM BO3pazKe-
HueM Kjaccuueckomy JlapBunuamy — «koiumapom Jlkenkuna» (Jenkin, 1867)".
B cooTBeTCTBUH ¢ NMpeACTaBIEHUSMH TOTO BpEMEHH O HACJEICTBEHHOCTH, NPU3HAa-
KH POJIUTENIECH CMELIUBAIOTCS U YCpeHsitoTesl B noToMcTBe. Ciie1oBaTe IbHO, 0CO0b,
OTJIMYAIOLLASICS OT CBOMX COPOIMUEH, CMOXKET MepeaaTh CBOMM JETSIM TOJIBKO M10JI0-
BHHY OT KarKIIOTO U3 BBIFOJIHBIX TIPU3HAKOB, BHYKaM — 4YeTBEpThb M Tak aajee. Ta-
KHUM 06pa3oM, 3BOJIIOLIMOHHOE H3MEHEHHE 3aTyXaeT, He PAaClpOCTPAHSSACh: IBOJIO-
uusi HeBO3MOXKHA. BospaxkeHue J[KeHKHHA ocTaBajoch 6e3 OTBETa HECKOJbKO
JIeCSAATUIIETUH.

[lepBblil apryMeHTHPOBAHHbIH OTBET HA BOMPOC, nocTaBjaeHHbld . JKeHKH-
HOM, OblJ1 JaH Mocje BO3HHKHOBEHUsI HeofapBUHU3Ma®. McTropuiuecku, HeonapBu-
HHU3M SIBJISIETCSl PEe3yJbTaTOM OObeAMHEHHs] KOHLEMUUH ecTecTBeHHOro otéopa
Y. lapBuHa U 3apojpliieBol miasmbl A. BeficMaHa — OCHOBBI KOPITYCKYJIsipHOM
TEOPUH (IOMHHHPYIOLLETO TIPEACTABJIEHHUS O HacAeACTBeHHOCTH ). KopryckyJisipHas
KOHLIEMMS HAC/EICTBEHHOCTH NPOU30LLLIA U3 PAaHHEH MeHEeTHKH, KOTOpas NoKasa-
Jla, YTO yCpeHeHHe NPU3HAKOB B MOTOMCTBE — YACTHbIN CJydyall Hacje0BaHus,
HO He BceoOliee MpaBuso. [ameTbl MepeHOCAT AUCKPETHbIE «YaCTHLLbl HACJIEACT-
BEHHOCTH», KOTOPbIE He CMEIINBAIOTCS B 3UTOTE, a 0GLEUHSIIOTCS T10 [IBE, TPHYEM
0JIHA U3 YacTHLL (IOMHHAHTHAS) MOJHOCTBIO WM YACTHYHO MOAABJSET MPOSIBJICHHE
JIpyroil (pelieccUBHOM). DTHU 4acTHllbl TMOJYYWJM HazBaHue reHoB (Johannsen,
1909, 1911). BriocsienctBuu 6b110 MOKAa3aHO, YTO TEHbI PACTIONOXKEHBI B XPOMOCO-
max (Mopran, 1927) u npencrasasitor cobot yuactku JIHK (y HekoTOpbIX BUpY-
coB — PHK), konupytouine nopsiiok pacrnosoKeHusi aMHHOKUCIIOT B GEJKOBBIX
MOJIEKyJIaX WJIM Y4acTBYIOLLME B PEryJsiidd CHHTe3a 3THUX MoJiekyJ. Biaromaps
NpeCTaBAEHUIO O IMCKPETHOCTH IeHOB CTaJIO ICHO, YTO HACJIEACTBEHHbIE 3a/1aTKH
NPU3HAKOB HE YCPEIHSIOTCS B TIOTOMCTBE, a NepeaaloTcsl B HEM3MEHHOM COCTOS -
Huu. Takum o6pas3om, n0Boabl JXKEHKHHA MOJy4MId 0O0CHOBAHHOE BO3paKeHHe
1 OblIM 3a0bIThI (KaK MOTOM 0Ka3aJ10Ch, BPEMEHHO).

' Boipaxkenue «xowmap Jkenkuna» npunamiexut K. A. Tumupsizeny (Cokoiosa,
1998).

* Tepmun «HeonapBuHu3M» npeioker k. Pomanecom B 1896 r (Mayr, 1991).
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Mcxonst U3 npeacTaBjaeH|id 0 ecTecTBEHHOM O0TOOpe W KOPIYCKYJISIpHOH Ha-
CJIE/ICTBEHHOCTH, HEOJAPBUHU3M Jlajiee PA3BUBAJICS 10 IBYM IMyTSIM, KOTOpbIE MPH-
BeJIM K BOSHHKHOBEHHIO IBYX €I0 Pa3HOBUIHOCTEN: MyTallHOHHOH U CUHTETHUECKOH
TEOPUH IBOJIOLUH.

[JIABA 1. MYTAIIMOHU3M

MyTaluoHi3M BO3HHK Ha OCHOBe paHHeill MeHzesieBcKoil reHeTHKH. OIUH U3
OCHOBOIOJIOXKHHUKOB MyTaloHu3ma, [. ne dpus cuntas, 4to ecjii ajbTepHATHBHbIE
COCTOSTHHSI TIPU3HAKA OTIPE/IEJISIOTCS] PA3JIMYHBIMU AJIJIENISIMK, TO M B SBOJIIOLIMH TTPH-
3HAKK BO3HHKAIOT IPH MyTHPOBAHUH COOTBeTCTBylollero rena (Vries, 1909). Bnoc-
JIEICTBUH B3TJIsiibI e Ppr3a MHOTOKPATHO MOAM(HIMPOBAIUCH IPYTUMH aBTOPAMH,
HO CyTb OCTaBaJIaCh MpeXKHeH: HOBbIH TAKCOH BO3HUKAET Ha pyGexke JIBYX MOC/Ie/I0Ba-
TeJIbHbIX MOKOoJIeHHH BesieficTBre ofHol mytatuu. Hanpumep, C. Iyan (Gould, 1977)
CUHTAET, YTO TAKCOHBI 06PA3yIOTCs B pe3yJsibTaTe MyTallHil, BBI3bIBAIOLIUX FeTEPOXPO-
HUH (M3MeHeHHe COOTHOCHTE/ILHBIX CKOPOCTeH Pa3BUTHS 3a4aTKOB HA PAHHHUX ITarax
OHTOTeHe3a ), KOTOpbIe U MPUBOMISIT K MOSIBJIEHUIO CYLIECTB, PE3KO OTJUYHLIX OT CBO-
MX poauTesieil. B utore, ecrecTBeHHOMY OTGOPY OTBOAHMTCS MOXYHHEHHAsT (PYHKIIHS:
OH He CO3/IaeT HOBbIE MIPU3HAKH, & JIULID (B JIydIleM CJlyyae ) MOIU(pULIPYET UX, IPH-
criocabJiuBast OPraHuaM K cpefie OOUTAaHHsSI M BbI3bIBasl Qe peHIHalHI0 HOBOTO
TaKCOHA Ha MoJuuHeHHble cucTeMaTtndeckue rpynbl (Goldschmidt, 1940).

Co BpemeHn KioBbe uiiest GbICTPOI ( caJbTAIIHOHHON ) 9BOJIIOLIMH BCETIa UMeJsa
BJIMSITENIbHBIX CTOPOHHUKOB. B 4HC/I0 MpuBep:KeHIEeB MyTalMOHU3Ma BXOAST He
ToJibKO KJaaccuku (Schindewolf, 1950), HO u MHOTHe cOBpeMeHHble aBTOPHI
(Gould, 1980; Erwin, Valentine, 1984; Saunders, 1993; Palopoli, Patel, 1996;
Corballis, 1997; Rosenberg, 1997; Torkelson et al., 1997; Demetrius, 1998),
MpUYeM TOMYJISIPHOCTL MyTallMOHM3Ma B HAIM JHU pacTeT, Oyly4d CBsi3aHa C OT-
POMHBIM 06 EMOM HOBBIX IAHHBIX 10 TOMEOTHUECKUM reHaM — Han6oJiee MOJIHBIM
006 bEKTaM CeroJHsIIHel GHOMOTHH Pa3BUTHSI.

1. 1. TOMEOTUYECKHUE TEHbBI

[omeoTnyeckue (MHaye Hox-) U cXoaHble C HUMM FeHbl OOHAPYKEHbI Y THAPHI,
HeMaTo/lbl, KOJIbYaTOro 4epBsi, y pakooOpasHbIX, HACEKOMbIX U IPYTHX YJI€HHCTOHO-
TUX, Y MOJYXOPAOBbBIX, JIAHLLETHUKA, ACLMANH, JATYLIKH, KypPHLbl, MbILIH, YeJ0BEKA.
[To Bcelt BUAMMOCTH, HEKHH TeH-NpPeALIeCTBEHHUK MOSIBUJICS Y KUBOTHBIX OUY€Hb
JIaBHO, elle J10 IMBEPreHlMH NepBUYHO- W BTOPUYHOPOTBIX, M 3aTeM MpeTepriel
9BOJIIOLIMIO MyTEM HEOJAHOKPATHOH yMJHKALMKU U CMEHbI (DYHKLHH.
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Hox-TeHbl yIUBUTEBHO CTAGHIILHBI M COCTOSIT M3 CXOIHBIX HYKJI€OTHIHBIX 10~
cJIeJIoBaTeJbHOCTEH B caMbIX pasHbIX rpynnax >KuBoTHbIX (Gehring, 1985;
Laughon et al., 1985; McGinnis, 1985; Gehring, Hiromi, 1986; Holland, 1992;
Krumlauf, 1992; Akam, 1995; Mann, 1997; Mouchel-Vielh, 1998). 91u rensl Ko-
JUpYIOT Gesike, o6analolye caeIyoliMi 00LIMMH TPU3HAKaMH. Bo-nepBbIx, Bce
6eJIKH, KOMpyeMble TOMEOTHYECKIMU F'eHaMH1, UMeIOT CTaHIaPTHBIH yuyacToK 13 60
AMHHOKHCJIOT (T. H. TOMeoJioMeH ). Harpumep, roMmeooMeHbI FOMOJIOTHYHBIX T€HOB
JPo30(hHUJIbI U HITOPIEBOH JIATYIIKH OTJIHYAIOTCST TOJBKO OJHOH aMHHOKHCJIOTOH,
XOTSI TIPEJIKH 3THX TAKCOHOB JuBeprupoBasu okoso 500 muH siet Hasan (Gehring,
1985). Bo-BTopbix, 311 GeJiku cofep:kar 1emnu, 6oraTble OTAeNbLHBIMH aMHHOKHC-
JIOTaMH JTH60 BOBCE COCTOSIIIIME U3 OIHOK-IBYX aMUHOKHUCJIOT. B-TpeThux, 311 6eJ1-
KH JIOKAJIU3YIOTCs1 B KJIETOUHOM $IIpe; UX TJIaBHASI POJIb — PEryJIsiliysl TPAaHCKPHUII-
LMK JIPYTUX TeHOB B Xojle WHaMBHyasbHoro padsutus (King, Stansfield, 1997).
KseTkH, siuiieHHble XOTsI Gbl OJHOTO TOMEOTHYECKOTO I'eHa, He CIIOCOOHBI Pa3BH-
BaThest B Kyaibtype (Laughon et al., 1985).

[omMeoTHUeCKHe TeHbI TOJYUHJIH CBOE HAa3BaHHE B COOTBETCTBHH C XapaKTepoM
MOpOJIOTHYECKHUX U3MEHEHHH 3apO/IblIIa, BLI3bIBAEMbBIX MyTAlIUSIMK B 3THX reHax:
rOMeo3uCOM Ha3bIBaeTCsl TpaHC(opMalldsl OJHOTO CerMeHTa Teja B JAPYroh
(Bateson, 1894). XapakrepHo, uTo NopsiIoK pacnoJio:keHusi Hox-reHoB Ha XpOMO-
COMe COBIAJIAaeT C MOPSIIKOM CJIeIOBAHHSI CETMEHTOB, CTPOEHHE KOTOPLIX YyBCTBH-
TeJIbHO K aKTHBHOCTH Kaxjaoro reHa (Gehring, 1985; Dick, 1998). Ctpykrypsl,
pasBUBalOLIKeCsT B ONpeiesieHHbIX YacTsX Tesla (HOTH, KpPbUIbsi, aHTeHHBI, pebpa,
»abpbl), 3aBUCAT OT TOTO, Kakue OeJIKH CHHTEe3UPYIOTCsl Ha [Hox-TeHaX B KileTKax
3TOl yacTu Tesa. CkaxeM, y 1po30hubl GOJBIIMHCTBO TOMEOTHUECKHX MeHOB pac-
roJiaraeTcst psiioM Ha OJHOM XPOMOCOMeE B COCTaBe JIBYX (PYyHKIHOHAJbHBIX TPYTIIT:
ANT-C (Antennapedia complex) w BX-C (Bithorax complex). MytupoBanue
PeHOB TePBOI I'PYIITIBI BBI3LIBAET pe3KHe H3MEHEHHUsI B CTPOEHHH TOJIOBHBIX U Tie-
penHero rpymHoro cermeHToB. Hampumep, MHaKTHBALUSI OJHOTO W3 TEHOB KOM-
nyiekca ANT-C obycnaenuBaet deHotun Antennapedia (pa3BuTHe KOHEUHOCTEH
Ha MecTe aHTeHH ). MyTallii BO BTOPOH TpyTIIe OTPayKaIOTCsl HAa CTPOEHHH CpeiHe -
ro W 3aJHero rpyiHbiX, a Takxke OpioniHbix cermentoB (Lewis, 1978; Gehring,
1985; Laughon et al., 1985; Gehring, Hiromi, 1986): ec/in B K/J1eTKax TpeThero
IPYIHOTO CerMeHTa APo30(uIbl He paGoTaeT OUH U3 TeHOB rpymnmbl BX-C, To cer-
MeHT pa3BuBaeTcs Toj neiicTBUeM Geska, TpaHcaupyemoro ¢ HPHK Briepeny Je-
XKailero Hox-reHa, — W U3 Tynapusi BBIXOAUT He HOpMaJsibHasi ABYKpbLIasi MyXa,
a 4eThIPeXKPBIIbIH MyTaHT, Ha3biBaeMblil Bithorax (Sharkey et al., 1997). ene-
1Usi Bcero komrsekca BX-C BbI3bIBaeT pa3BUTHE CEPHH BTOPBIX PYIHBIX CETMEH-
TOB BMECTO BCeX 3aJIHUX CErMEHTOB TeJa, BKJtouas 6ptoinble (Gehring, 1985).

HTak, OT rOMeOTHUECKUX I'eHOB 3aBHCHT Cel(HUKa Pa3BUTHSI CErMEHTOB,
onpeieJisiiolast MJ1aH CTPOEHHs Tesla — TJIaBHBIH MPU3HAK, 10 KOTOPOMY pasJ/inya-
I0TCSI CTapIlIie TAKCOHbI CErMEeHTHPOBAHHBIX JKUBOTHBIX. DTO 06CTOSITENLCTBO €T
OCHOBaHHsI TIPEJIOJaratTh, 4To B SBOJIOLMH MJIaHbI CTPOEHHs] BO3HHKAJIH ITyTEM My -
TalMH COOTBETCTBYIOIIMX POMEOTHUECKHX IeHOB. TaK, MPOUCXOXKIEHHE YCOHOTHX
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pakoo6pasnbix Cirripedia, MOJHOCTBIO JIMIIEHHBIX GPIOIIKA, CBSI3BIBAIOT C yTPATOH
onHoro u3 Hox-renos (Mouchel-Vielh et al., 1998).

Jpyro# npuMep OTHOCHTCS K TPoGJieMe TIPOUCXOXKIEHUST BEEPOKPBIJIBIX HAce -
KOMBIX Strepsiptera. 1o oTpsi Mapa3uTHYECKHX CyIIECTB, 06/1aal0IHMX YHUKAJb-
HOU MOp(OJIOTHEN: Y HUX, KaK U Y IBYKPBIIbIX, pa3BUTa TOJNBKO OJIHA T1apa KPblJb-
€B, a BTOpasi MpeBpallleHa B pyIUMeHTapHble MPUAATKH — KyxKajbia. OnHako
y IBYKPBUIBIX KPbLIbsl PacCMosoXKeHbl Ha BTOPOM TPYIHOM CETMEHTE, a JKYK¥KaJlb-
1a — Ha TPeTheM, TOIJIA KaK y BeePOKPBUILIX — HA060POT, KPbLJIbsl HAXOISATCS MO-
3amu KyxcoKasell (puc. 1). MyraunonHasi THIOTe3a TperoJaraet, 4To BeepOKpbI-
Jible MPOM30LIH OT JBYKPBIIBIX MOCPEICTBOM OIHOH TOMEOTHYECKOH MyTallvH,
MOMeHSsIBIIIeH MecTaMu BTOPOH M TpeTHil rpyaHbie cermenTsl (Whiting, Wheeler,
1994; Whiting et al., 1997; Whiting, 1998a, 1998b). [lasnbHeiiliee pa3Butie 3T0H
JIOTHKH TIPUBOIHUT K YMO3aKJIOUEHHIO, UTO YeJIOBEKY, YTOOLI TPHOGPECTH KPBUIbSI,
JIOCTaTOYHO BbI3BATh SKCIPECCHIO HYKHBIX T€HOB B HYXKHOH YaCTH TeJia — MpHueM
aBTOP LUTUPYEMOH CTaTbU YTBEPXKIAET, UTO XOPOIIO 3HAET, C KAKUX TeHOB CJIeyeT
Hauatb (Kenyon, 1994)!

1. 2. OBCY)KIEHUE MYTALIMOHHU3MA

MyralnoHHOe TPOUCXOXKIEHHE TAKCOHOB OTPHULANOCH KJIACCHKaMU Heonap-
BuHuama (Cumncon, 1948) u ocHoBaresbHO KpuTHKOBaJoch. [lo MHeHHIO
C. Paiita, Bce npenmnosioxkeHus o Npupoj-

HBIX MaKPOMYTaLHUsIX (T. €. eAUHUYHBIX My-
TalusX ¢ GOJbIINM (HEeHOTUITHUECKUM (-
(heKTOM)  TIOCTYJHUPYIOT  <IOJHOCTBIO
HeusBeCTHbIe siByieHusi» (Wright, 1982b).
B peanbHOCTH MPU3HAKH, [0 KOTOPLIM TaK-
COHBI OTJIMYAIOTCS APYT OT JPyra, KOIupy-
IOTCSI TIOJIMT€HHO, TT0TOMY HEeT OCHOBAHHI
TIPUMUCHIBATh MX BO3HUKHOBEHHE OTIEJb-

Puc. 1. Hacekombie oTpsiioB JByKpbuibie Diptera
(A) u Beepokpbuibie Strepsiptera (B). A) komap-
nosnronoxkka Tipula sp., B) Neostylops shannoni.
K — KpbIIbf, K — KyAoKaJbla. ¥ JABYKPbIIbIX
KPbl/Ibsl PACTIONIOKEHBI HA BTOPOM IPYIHOM CErMeH-
T€, XKy2KKaJjblla — Ha TPETbEM. N BEEPOKPDLIJIBbIX —
HAa000POT: KPblJIbsi HA TPETbEM, XKyK2KaJjblla — Ha
BTOPOM. MyTaU,I/IOHHélFI TUMNoTe3a MPOUCXOKACHHUST
BEEPOKPBIJIbIX TMpearnoJiaraet, YT0 OHKH BOSHHUKJH OT

JIBYKPBIJIOTO TPeKa B Pe3yJsibTaTe OJHOK MyTallMH,

MOMEHABLICH MECTAMH BTOPOH W TPETHH CErMEHTbI

TPYZHOTO OT/le/1a TeJa.




20 Yacrs 1. HEOJAPBUHH3M

HbIM MyTatsm (Maynard Smith, 1981). Kak cuuraer 3. Maiip, pa3Butiie reHeTH-
KH YHUYTOXKHUJIO Bepy B MyTallMH KaK HampaBJsiioluil hakTop 3Bosonnd (Mayr,
1959). Kpome Toro, 1oKyMeHTHpOBaHHbIE CJIydan MPOUCXOXK/IEHHS CTAPIIIUX TAKCO-
HOB SICHO MOKa3bIBAIOT, YTO KOMIIEKC TUTTHYHBIX YePT He MOSIBJISIETCS MTHOBEHHO,
a mpoxojuT aosiroe pazputhe (Simpson, 1959; Paytuan, 1988; Carroll, 1996).

Hau6osiee cepbesHoe Bo3paxkeHHe MyTalMOHH3My — CTapblil «KoIIMap
J>KeHKHHA»: TTOCKOJIBKY MyTallid BO3HUKAIOT CTIIOHTAHHO, TO TPYHHO JOMYCTHTb,
YTO JIBA OMMHAKOBBIX PA3HOTIOJbBIX MyTaHTa OAHOBPEMEHHO MOSIBSTCS B OJTHOM MeC-
te. [1o 3Toll MpUYHHE MyTalMOHHAST TEOPHsT BCTPeUaeT CKeNTHUECKOe OTHOLIEeHHE
6osbiHCTBA (CM., HanpuMep: Carrol, 1995, 1996; Davidson et al., 1995).

Bmecre ¢ TeM, YHCJIO YACTHBIX MYTAl[MOHHBIX THIIOTE3 PACTET, W JUCKYCCHS
MeX/y CTOPOHHHKAMH M POTHBHUKAMH MyTallMOHH3Ma He TOJILKO BBIILIA 3a Tpe-
JleJTbl HayqHOH TevaT, HO U MepecTalia ObITh dJeMeHTapHO KoppekTHoil (McKie,
1998). TTostomy He GyzeT npeyBesnueHHeM KBAIU(UIMPOBATH MyTallHOHU3M Kak
BJIUSITE/IbHOE TeueHHe B paMKaX COBPEMEHHOTO HeolapBHHHU3MA.




[NIABA 2. CUHTETUYECKAA TEOPUA
9BOJIOIINN

«JBONIOUYUSL — IMO Pe3yLbmam
g83aumodelicmaus mymayui,
pekomburayuu u ombéopas

J. Huxley, 1942

CuHTeTHUeCKast TeopHsl sIBJIsieTCsT HauboJiee MOJHO pa3paboTaHHOK KOHIIEMIIHU-
el COBpeMeHHOH TeopeTUYeCKOH OUOJIOTHU U CJIY>KUT HIECHHBIM OCHOBaHUEM sl J10-
MHHHUPYIOLLIETO MPEJICTABIEHHUST O IBOJIIOLMH, a TAKXKe JJIsl IPYrux GHOJIOrHIeCKHX Ha-
YK, HarpuMep, MOMyJIsIIIHOHHON MeHETHKH U KJIAUCTHUECKOH TakCOHOMUH. OCHOBBI
CHHTETHYECKOH TEOPHH MPEBOCXOJHO H3JI0’KEHBI BO MHOXKECTBE 0OI1eH3BECTHBIX HUC-
TOYHHMKOB (cM. Harnpumep, YetBepuko, 1926; Dobzhansky, 1937, 1951; Mayr,
1942; Huxley, 1943; Tumodeen-Pecorckuii, 1958; Kaitn, 1958; Maiip, 1968, 1974;
Tumocbees-Pecorckuii u 1p., 1977; Meanukos, 1982; Crapo6oratos, 1985; ThiiieH-
ko, 1991), otuero conep:kaHue 3TOH TJIaBbl MHOIUM TOKAXKETCSl ]ABHO 3HAKOMBIM
1 TIOTOMY TPUBHA/ILHBIM. TeM He MeHee, Kak Gy/leT BUJIHO, HEKOTOPbIE CylI1eCTBEHHbIE
acreKTbl TEOPUH YACTO TPAKTYIOTCS M0-pa3Homy. [loaTomy, Bo u3bexkaHue pasHouTe-
HHUI, KPATKO PACCMOTPHUM OCHOBHbIE TIOJIOXKEHHST CHHTETHUECKOH TEOPUH 3BOJIIOLIMH.

2. 1. [IPOMCXO)XAEHUE TEOPUHU

CHHTeTHYeCKasl TeopUsl B €€ HbIHEIIHEM BHe oOpa3oBasach B pesyJsbrare
TpaHcopMalmK B3rsaoB BelicMana B MopraHoBCKylo XpOMOCOMHYIO I'€HETHKY:
MPUCIIOCOOUTE/IbHBIE OTJIMYHS MEPEAlOTCsl OT POAUTE/IEH MOTOMKAM C XpPOMOCOMa-
MH B BHJIe HOBBIX '€HOB BCJIEJICTBHE ecTeCcTBeHHOro or6opa. Ha ocHoBe xpomocoM-
Ho# reHeTukd B Mockse B MuctutyTe dKcnepumentanbioit buosorun H. K. Kosb-
1oBa U Ha ceMuHape Jpo3coop BO3HHKJ/A MeHETHKA MOMyJsiui — spo Oyaylieh
CUHTeTHYeCKOH Teopuu 3BoJolnu. OcHoBbl Teopuu copmysposanbl C. C. Yer-
BeprKoBbIM (1926), BepBbie MoKa3aBIINM, KaK MPeJICTaBJAeHHe O KOPITYCKYJIsSpPHOH
HACJEICTBEHHOCTH MOXKET ObIThb UCI0JIb30BAHO /151 00bSICHEHHST 3aKOHOMEPHOCTEH
o6uieit 6uosiorun. [naBHasi sBosotmonHas nybuikauusi C. C. HerBeprkoBa 6bl1a
nepeBesieHa Ha aHIJIMHCKHUI 513bIK B laGopatopuu JIxK. Xosneitna (Adams, 1980), Ho
HUKora He 6blia ony6JiMKoBaHa 3a pybexxom. B paborax k. Xoaneiina, H. B. Tu-
MoteeBa-Pecobckoro u @. I JloGp:kaHckoro uien, soipaxkeHHblie C. C. UeTBepu-
KOBbIM, pacnpoCTpaHUJIMCh Ha 3amnaj, rje nouT onHoBpeMeHnHo P @uuiep BbicKka-
3aJl OU€Hb CXOJIHbIE B3IJIs/bl O 3BOJIOLMK JoMHHaHTHOCTH (Fisher, 1927, 1928a,
1928b, 1930). Hakonel, JIx. Xakc/iu MpeioKu TEPMUH « CHHTETHUECKAs TEOPHST
IBOJIIOLMM» JYIsl 0603HAUEHHUST COCTOSIBLLIErOCs] CHHTE3a M'eHETHKH M KOHLIETLIMU ec-
TectBeHHoro ot6opa (Huxley, 1943).
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TosyoK K pa3BUTHIO CUHTETHUECKOH TEOPHH Jiajia rMnoTe3a O pelleCCUBHOCTH
HOBBIX I'eHOB. [0BOPSI SI3bIKOM IeHeTHKH BTOPOH MoJIoBUHBI XX BeKa, 3Ta runoTesa
npejroJiarana, YTo B KaxI10i BOCIPOU3BOJISILLIEHCS IpyTINie OPraHi3MOB BO BpeMsl
co3peBaHus raMeT B pedyJibTare ook npu penyukaunn JHK nocrosiHHo BosHU-
KaloT MyTalUMH — HOBblE BapHaHTbl TeHOB. MyTaluu MOSIBJISIOTCS CaMONPOU3-
BOJILHO WJIM MOTYT ObITb BbI3BaHbl BHELIHUMH BO3IEHCTBUSIMH (paHallHOHHBIMH,
TemnepaTypHbIMH, XHMHYECKHMH ), OJIHAKO M3MEHEHHs, KOTOpble OHH BbI3bIBAIOT
B CTPOEHUH U (PYHKLMSIX OPraHU3MOB, HUKAKUM 00pa3oM He COCOOCTBYIOT BbIXKH-
BaHHUIO 1€PBOrO TMOKOJEHHS H3MEHUBLUMXCSI 0COOEH: «HEeT HUKAKOro OMpeie/IeHHO-
IO COOTHOLIEHHS] MEXKIY TPUPOJION BHELIHEr0 BO3AEHCTBHS M XapaKTepoOM H3MeHe-
HHE Kakoro-Ju6o onpenesenHoro reva» (Hersepukon, 1926). [Toatomy roopsit,
YTO MYTALMH MOJHOCTBIO CJyYalHbl 0 OTHOLLEHHIO K crieldryecKoil cpene o6u-
TaHusi opraHuamoB. CJlydaliHOCTb MyTaLMi JleJlaeT KpaliHe MajloBEPOSITHBIM MOBbI-
LIEHHE »KH3HECNOCOOHOCTH JIAHHOTO OpraHu3Ma B JaHHOH cpele: OUIMOKH eCTb
OLIMOKH, U 0OOBIYHO MyTaHTHbIE 0COOH 00/1a/Ial0T MOHUKEHHOH »KH3HeCrnocoOHoC-
Tbio; 6y/b MyTallMM JOMHUHAHTHBI, OHH MPUBOIUJN Obl K H3MEHEHHIO MEePBOro XKe
MOKOJIEHHs] TIOTOMKOB H TYT K€ YHHUTOKaJUCh 0T6opoM. OJIHAKO MyTaluH B MO-
JaBasiiolieM G60JIbIIMHCTBE pelleCCHBHBI MM MOJYPELeCCUBHBI, @ HOPMaJlbHbIe Te-
Hbl — JIOMHHaHTHBI. BoJjiee Toro, cuutaercsi, YTo 3BOJIOLMOHHO 3HAYUMble MyTa-
UMK HMEIOT MaJsioe (DEeHOTHITMYECKOEe BBbIpaXKeHHE, JaxKe €CJM OHM HaXOAsTCs
B FOMO3HTOTHOM COCTOSIHMH. [TocKosbKy GOJIBLIMHCTBO NPUPOIHBIX 0cO0ei rere-
PO3UTrOTHO, TO TIPUCYTCTBHE MYTAHTHBIX M€HOB CPeIM HOPMAJIbHBIX HUKAK He Mpo-
siBJIsieTcsl BO BHelHOCTH ocobelt. [To Bbipaxkenuto C. C. YeTBepuKkoBa, reHeTHue-
cKoe pasHoobOpasue CoXpaHseTcsl «B HeApax» BHIA; MyTalliM <«BCacblBalOTCS
BHIOM»; BHJI, <KaK Ir'yOKa» BIUTbIBAET MyTallUH, OCTABasICh BHELLIHE OHOPOJHBIM;
paHO WJIM MO3HO BCe 0COOH OKA3bIBAIOTCS «3apaXK€Hbl» MyTalUsIMH. DTO — He-
00XOJMMOE YCJIOBHE ISl OCYLIECTBJAEHHUS SBOJIOLMH, HO €llle He SBOJIOLHS.

Bo Bpemsi Melio3a XpOMOCOMbI PACXOASATCS M0 Pa3HbIM raMeTaM U 00beAUHS -
I0TCS1 B JIUTJIOU/IHBIE HAOOPBI MTPH OMJIOAOTBOPeHHH. CoueTaHus XpOMOCOM MeHS -
I0TCS OT 3UIOThI K 3UTOTE H OT OIHOTO LIMKJIA pa3MHOXKeHus K apyromy. Kpome sto-
ro, U3MEHSIOTCSl COYeTaHUsI TeHOB B Mpe/esiax Kaxkaol OTIAeJbHOH XpOMOCOMbI 3a
cyeT KpoccHHroBepa, Korna cocennue HutH JIHK o6menuBatotest yuactkamu. [le-
peMellHBaHHe reHHbIX HA00POB (FeHOTHIIOB) B MpoOLlecce MOJIOBOTO Pa3MHOXKEHHS
Ha3bIBAETCS peKoMOUHayLell eeHO8.

Buinsiine reHoB Ha cTpoeHHe W (PYHKLMH OpPraHu3Ma nAelomponHo: KaxK/ibli
reH yyacTByeT B ONpeesieHUH HeCKOJbKUX MPU3HakoB. C Ipyro# CTOpPOHbI, KaxK-
JIbIH TPU3HAK 3aBUCHT OT MHOTHX I'€HOB; FeHEeTHKH HA3bIBAIOT 3TO SIBJIEHHE TeHETH-
YyecKol rnosiumMepuelt npuaHakoB. [1nefloTponus U nojsumepust OTpaxKaroT B3aHMO-
JledcTBHE TeHoB, OJiarojaps KOTOPOMY BHelllHee TpOsIBJEHHEe KaxKJIoro reHa
3aBUCUT OT ero reHertudeckoro okpyxenusi (Wright, 1931; Huxley, 1943;
Dobzhansky, 1951). [TosTomy pekomGuHalMs1, TTOPOXK/IAsl BCe HOBbIE TeHHbIE CO-
YeTaHUsl, B KOHLLE KOHLIOB CO3/IaeT /Isl JAHHOH MyTallMH TaKoe reHHOe OKpYKeHHe,
KOTOpO€ M03BOJISIET MyTallMH NPOSIBUTLCS B peHOTHIE 0COOU-HOCHTe s, Tak MyTa-
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st TTOTIafiaeT MoJ JeHCTBHe ecTecTBeHHOro oT6opa. OTOOpP YHHUTOKAET coyueTa-
HUSI TE€HOB, 3aTPYIHSIIOLINE XKU3Hb U pa3MHOXKEHHe OPTaHH3MOB B JIAHHOH Cpefe,
¥ COXpaHsieT HelTpaJibHble U BBIMOJHbIE COUETAHHUsI, KOTOPbIE MOBEPraloTCsl 1aJb-
HelileMy pa3MHOXKEHHIO, PeKOMOUHAILMY U TECTHPOBAHUIO OTOOPOM, MPHYEM OT-
GUpaIOTCsl TIpeKIe BCETo TaKHe IeHHble KOMOWHAIWM, KOTOpblE CMOCOGCTBYIOT
6J1arONPUSITHOMY M OTHOBPEMEHHO YCTOHUHBOMY (DEHOTHITHUECKOMY BBIPAXKEHHIO
M3HAYaJbHO MaJIo 3aMEeTHBIX MyTallhi, 32 CUET Yero 9TH MyTaHTHbIE I'eHbl MoCTe-
neHHo craHoBsitcsi noMuHaHTHeIMU (Fisher, 1930). Takum o6pasom, nomMHHAHT-
HOCTb aJlieJist (COCTOSTHHSI, BEPCHH, < PeIaKIIMU>» JAHHOTO MeHa ) siBJISIeTCsT CBOMCT-
BOM TeHOTHUIIA, a He CaMOT0 aJuIelIsl.

Takum 06pa3oM, CYIIHOCTb CHHTETHIECKOH TEOPHH COCTABJISIET PEUMYIIECT -
BeHHOEe pa3MHOKEHHE OTIpe/iesIeHHbIX TeHOTUIIOB U Mepeiaua ux notoMkam. OTcio-
Jla BUIHO TJIaBHOE OTJIMYMe MYTallAOHHOH W CHHTeTHYecKOH Teopuil. B Bompoce
0 HCTOYHHKE T'eHETHYECKOro pa3HooGpasusi MepBasi TeOpHUsi MPU3HAET TJIaBHYIO
pOJIb 32 OTIEJILHBIMHE MyTallUsIMK, BTOpast — 3a peKOMOUHALIHEel IeHOB.

CTOpPOHHUKH CHHTETHUECKOH TeOPHH HA3bIBAIOT 3BOJIIOLMEH MPOIece MocTe-
TMIeHHOTO HAKOTIJIEHHST MaJIbIX TeHeTHUECKUX OTJINYNH, HAMpaBJ/sieMblil eCTeCTBeH-
HbIM ot6opom (Maiip, 1968). ViameHnenune yacToThl BCTpeuaeMOCTH KOHKPETHBIX
TeHOB B OTAEJBHOH TpyIIle CKPelIMBAIOIUXCsl 0cobel (MOMyJIsIiN) Ha3bIBaeTCsl
aremeHmapHoim 380ar0UuoHHuM aeieruen (Tumodees-Pecosckuii, 1958).
CuMTaloT, YTO IBOJIIOLMOHHBIA aKT COCTOSIICS, KOTa OTOOp COXpaHUJI TeHHOe CO-
yeTaHHe, HETUITHYHOE JJIs1 TIPe/IeCTBYIOIIeH HCTOPHH BUIa. B urore msi ocyie-
CTBJIEHHST IBOJIIOLIMH HEOGXOIMMO HaJHIHe TPeX MPOIeCCoB: 1) MyTallMOHHOTO, Te-
HEPHUPYIOLIEr0 HOBblE BAPHAHTHI F€HOB C MAJIbIM (PeHOTHITHUECKUM BbIpaXKeHHeM;
2) peKOMOGHHAILMOHHOTO, CO3/IAIOIIET0 HOBbIE (DEHOTHIBI 0COGEl; U 3) cesIeKIHOH-
HOTO, OTIPEJIEJISIIOIIETO COOTBETCTBHE ITHUX (DEHOTHIIOB TAHHBIM YCJIOBHSIM O0OUTA-
HUSI WM TIpou3pacTanusi. Bce CTOPOHHUKN CHHTETHUYECKOH T€OPUH TPU3HAIOT yya-
CTHe B 3BOJIOIMU TpeX TepeurcseHHbIX (akTopoB. Bmecre ¢ TeM, y aBTOpOB
TEOPHH UMEIOTCs OTpeJieJieHHble B3aHMHbIE TTPOTHBOPEUHSI.

2. 2. CO3PEBAHUE TEOPUU

Kak Bce x1Bo€, CUHTETHYECKAS TEOPHsl [TPOLLIIA ONpe/le/IeHHbIH MyTh Pa3BHU-
THs], B XO[€ KOTOPOro 3HaueHHe MCXOAHbIX KOHUENUUH u3MeHsioch. Hanboubluee
YHCJI0 MHEHHH BBICKA3aHO O Jipelide reHOB U CBSI3aHHbIX C HUM THIIOTe3aX, PHYeM
CIOpbl HAYaJIMCh Cpasy nocJie Toro, Kak noHsitue aperida 6ulio BBeneHo C. Pafitom
(Wright, 1931). Xorss umsi Paiita Bolio B HCTOPHIO 3BOJIIOIMOHU3MA HMEHHO
B CB$I3U C 9TOH KOHLEMNLHKEH, [VIaBHOE COleprKaHne ero paboT 3aKJ04anoch OTHIONb
He B Jpeiiche reHOB.

Paiit nckas Mozie/ib PUPOIHOTo 3BOJIOLIMOHHOTO NpoLiecca, Kotopasi obecrie-
yuBaJsia 6bl Haubosiee GbICTpyIO 3BoJtoLMI0. [1o MHenuto Paiita, ecrecTBeHHbIi OT-
60p Hea(pdeKTHBEH B MAHMUKTHIECKUX MOMYJSIUSX, [Je Tapbl CKPelUBAIOIIMXCS
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ocobell 06pasyroTesl TOJHOCTBIO CJyYalHO: HOPMAaJibHble aJulesid «JHUKOTo THNa»
OyIlyT HEU3MEHHO MpeobsaaTh Hajl MyTaLUSIMH, U FeHeTHUecKast Mi3MEHUMBOCTb TaK
U oCTaHeTcsl B CKpbITOM cocTosiiud. [Tostomy PaiiT npeasioxusn paccmatpuBaTh
9BOJIIOLMIO B BUJIE MOJIHOH aHAJIOTHH CXeMe BbIBEJEHHS HOBBIX NOPOJL M COPTOB, MPH-
HSITOH B CEJIbCKOXO03sICTBEHHOH cesieKiyd. KckyccTBeHHBINH 0T6Op Haubosee 3¢-
(heKTHBEH, KOrla CXOJHble (POPMbl OHOTO BUIA TOABEPraloTcsl MHOPUIAMHTY, KOTO-
pBIfi EepeBOAUT OOJBUIMHCTBO ajulejiel B TOMO3HUIOTHOE COCTOSIHME, TaK 4TO
MyTallMH, UMEIOLHECs] B T€HOTHIIE, OCBOOOKIAIOTCS OT MACKHPYIOLLErO BJIHSIHUS
JIOMUHAHTHbIX aJuiesiell U oJydatoT heHoTHIHYecKoe nposiBiaeHue. HeymepeHHbIH
WUHOPUIMHT MPUBOAUT K MPOSIBJIEHHIO GOJIBLIONO YHCAA MyTAaLMH, CPed KOTOPBIX
€CTb KaK HyKHbI€ J1/151 TPAKTHKH, TaK U HexKesaTesibHble. CesieKLMOoHepbl 10OUBAIOT-
Csl COXpaHEHHsl MePBbIX H YCTPAHEHHUST BTOPBIX, TIPOBOJS CKPELLMBAHUST MEKIY HH-
OpeaHbIMU JIMHUSIMHU C TTOC/IE/yIOLLIM OTOOPOM.

Kak Bce HeonapBunuctbl, C. PailT cuntas, 4to sBoJiolus heHOoTHIA TT0JHO-
CTBIO OTIPEIEJISIETCS SBOJIOLMEN FeHOTHIIA H TO3TOMY ITPABOMEPHO MPEICTaBUTh eC-
TeCTBEHHbIH OTOOP B BHJE B3aUMOJEHCTBHSI TEHOTUIA M CPEelibl, YCTPAHUB H3 pac-
cMoTpeHust heHoTH. [paduueckast Mojiesib 3TOro B3aUMOJEHCTBHS B MHOTOMEPHOM
NPOCTPAHCTBE — alanTUBHBIN JaH[LIA(T, I1e Ha MHOXKeCTBe ocell (I MPOCTOThI
Ha30BEM MX «OPU30HTabHBIMU» ) OTJIOKEHBI YACTOTHI aJljie/iell B JaHHOH NOMyJisi-
LMK (0JIHA OCb JUISl KaXKJIOT0 auljieisl), a Ha OIHOH («BepTHKaNbHON» ) — CpeHsis
aJlanTHBHAs LEHHOCTb KaxK/I0ro coyeTaHusl JaHHOro MHoKecTBa aJjieseil. Mitorosas
KapTHHA HUMEeET BMJI [TOBEPXHOCTH, COCTOSILLEH U3 TTHKOB (HEMHOTHE COUETaHHUs re-
HOB JIal0T JI0CTAaTOYHO MpPUCNocobJ/eHHble (heHOTHIIbI), COeMHEHHBIX CeITIOBUHAMH
(Xy»ke TIpUCrOCOOJIeHHble COUETaHHsI TEeHOB), MEXKIy KOTOPBIMHM pacroJiaratorcs
ray6oKue BraauHbl (6ecriepcneKTHBHbIE MyTaHThl). [1aBHas 9BOJIIOLIMOHHAS NIPO-
6JleMa COCTOMUT, TAKHM 06pa3oM, B OTMIUCAHHM MeXaHH3Ma, KOTOpbIi obecreyuBaeT
nepexojl OT OHOTO AANTHBHOTO MHKA K IPYroMy, YTO 03Hayasio Obl TPOUCXOXKIEHHE
HOBOTO BHA. JICHO, YTO TaKo# Mepexojl NpeanosaraeT BpeMeHHOe CHUXKEHHe TMpH-
CTOCOGJIEHHOCTH U MOITOMY HE MOXKET HarpasJsaTbest oT0opoM. CreoBaTesbHO,
MeXaHU3M Tepexo/ia 10/KeH ObITb HeceJJeKTHBHBIM H lazke paboTaTh MPOTHB 0T6GO-
pa, UTo BO3MOXKHO, Koria ot6op pocratouro cnab (Wright, 1931, 1982b).

Monesb GbicTpoii aBoJIOLMHK 0 PaliTy — meopus cueujaroujeeocs pasrose-
cus (shifting balance) — paccmaTpuBaeT NpUPOJHYIO MOMYJISILMIO B BUjle GOJBIIOTO
yucsia 1eMoB — Mauibix Tpynn ocobeit (Wright, 1980, 1982a, 1982b). Ckperupa-
HUSI B TAKOH MOMYJISIIIMA HOCSIT XapaKkTep yMepeHHoro HHGpuauHra (puc. 2 A): pas-
MHOXKeHHe 0cobell B pejiesiaX KaxKIoro AeMa MepeBOJMT MHOTHE F'eHbl B TOMO3HIOT-
HO€e COCTOSIHME, BCKPBIBAs pe3epB H3MEHYUBOCTH, IPHUEM MBI HE IereHepUpPYIOT U
He BbIMHpAIOT GJ1aroapsi MepUOAMUYECKHM MEXXIPYIOBbIM MUTpalusiM ocobeit, 06-
HOBJISIIOLLIMM IeHO(OH], KaxKI0To fieMa. Takum 06pa3om, MHOPUAMHT MOCTENeHHO Ha-
palllBaeT U3MEHUMBOCTb BHJA, MEJIEHHO TMOHMXKAsI KU3HECNOCOOHOCTb 0cobel B
TIPUPOIHON CpeJie: CeTh IEMOB «CII0JI3aeT>» € ATANTHBHOTO MHKa, Ha KOTOPOM pacrio-
Jlaraetcsi JanHbIi BUL (puc. 2 b, B). B KoHlle KOHI10B Han6oJiee H3MEeHUBIIHECS U He
yCIIeBILIME BHIMEPETH J€Mbl OKA3bIBAIOTCS B 30HE TPUTSXKEHHsT COCEIHEr0 alanThB-
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Puc. 2. TlponcxoxieHne HOBOrO BHAA MO TeopHH cMeliawolierocst papHoecust C. Paiira.
KoHlieHTpHueCKHe 3aMKHYTble JIMHHKH 0603HAYAIOT MUKW aalTHBHOTO JiaHaagTa, COOTBeT-
CTBYIOLLHE FKOJOTHUECKUM HHUlliaM. McxoHblil 1 06pasyroLiliics: BUbl PEACTABIEHbI CETHIO
JIEMOB — TPYIII, COCTOSILIMX U3 HEOOJIBLIOTO YHCIa 0COO€el, FeHO(OH bl KOTOPBIX CBSI3aHbI 3a
cyeT 06MeHa reHaMu B pe3yJsibTare PeKUX MUrpaiiil. A) YMepeHHbIH HHOPUAMHT B OTAETbHOM
neme; b—T") BunooGpasosatue. [1poune nosicienust B tekcre. [To: Wright, 1982b, ¢ uamene-

HHUAMH.

HOTO MK — BAKaHTHOH KOHHILH, U €CTeCTBEHHbIH 0TOOP HAUMHAET YMHOXKATh re-
HOTHITbI 3THX JIEMOB, TTPUBOJIS K MPOUCXOXKIEHHIO HOBOro Buia (puc. 2 T).

Teopust cMellatolierocsi paBHOBECHsT UMEET HeI0CTaTOYHO OOLIME XapaKTep
1 JIO CEro JIHsl He UMeeT JIocTaTouHbIX noATBep:kaeHuil (Coyne et al., 1997), nosto-
MY OHa He noJiyuuJia 6oJblioro pacnpoctpanenusi. OnHako runoresa C. Patirta co-
JE€PKUT B ce0e JIeMEHT, H3 KOTOPOro MOIJIM ObITh W OblIH BbIBEAEHbI JIOMOJHHU-
TeJIbHble CJEJCTBHS: FeHO(MOHI KaxKIoro jAema sBjsercss Majoil BbIOOPKOH M3
reHooHa BCell NOMyJIsILUH, B CUJly Yero aeM obJafaeT HabopoM IreHOB, COCTaB
KOTOPOTO OnpejielieH CyyalHo — Kak B JloTepee, e HoMepa BbIHUMAlOTCS He
s, DTOT 3peKT cydaiiHOCTH B (hOPMUPOBAHUU FeHO(OHIOB, OMPeNeNIONINH
OTJIMYHE OJIHOTO JIeMa OT IPYToro M OT LieJI0H NMOoMyJIsiLMK, Obll Ha3BaH aperidom re-
HoB (Wright, 1931) u cran ropasno nonyssipuee TeOpuH, paad MaTeMaTHUECKOH
pa3pabGOoTKH KOTOPOH OH ObL1 NPUILyMaH.
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WMurepecHa nanbHeliasi cynpba KoHienuu chydaiinoro japeida (Gould,
1983; Provine, 1983). On okasaJicsi TeM caMbiM apryMeHTOM, KOTOPOT'O OU€eHb JI0J1-
ro He XBAaTaJ0 HEOJAPBUHHUCTCKH HACTPOEHHBIM CHCTEMAaTHKaM JUIsi TOTO, YTOObI
00BSICHUTD TIPOUCXOXKIIEHNE HeaaNITHBHbIX Pa3JIMuME MexKTy TakcoHaMu. [Toatomy
uiest npeiida cpagdy crajia 6yM3Ka LMIHPOKOMY Kpyry GHOJIOTOB. DTO MPOU3OILIO0
ryiaBHBIM 06pa3om Gsarofapst Kuure @. [T lo6pxkanckoro (Dobzhansky, 1937) —
HauGoJsiee BaXKHOMY aHIJIOSI3LITHOMY TPYJy, B KOTOPOM pasHooGpa3Hble GHOJOTH-
yecKHe JIaHHbIe, BKJII0YAsl TAKCOHOMUUYECKOe pa3HooGpasue, BIiepBble paccMaTpH-
BaJIMCh B cBeTe HeosapBuHuadma®. Jlk. Xakcsu Haszsaa apeiid «acddexrom Paiita»
M CUMTaJ ero «HauboJsiee BaXKHBIM M3 HEJIABHHUX TAKCOHOMHUYECKHX OTKPLITHE»
(Huxley, 1943). xopmx Cumricon (1948) ocHoBan Ha jipeiiche cBolo runoresy
KBAHTOBOH 3BOJIIOLUH — Mpe/IIeCTBEHHUILy COBPEMEHHOTO MyHKTYalHu3Ma, O Ko-
TOpOM TIONIeT peub HiKe. CorsacHo runote3e CUMIICOHA, MOTMYJSIUS He MOXKET
CaMOCTOSITE/IbHO BBIUTH M3 30HBI IPUTSPKEHHUST alaliTUBHOTO MHKa. [1o3TOMYy, 4TO6bI
TMOMAacTh B HEYCTOHUMBOE MPOMEXKYTOUHOE COCTOSTHHE, HEOOXOIUMO CJIydaiiHoe, He-
3aBHCsilIee OT 0T6OpPA reHeTHYeCKoe COObITHE — Jpeli reHOB. DTa yKe KOHIEN-
1M1 JIEXKUT B OCHOBe «3(dekra ocHoBaressi» (Mayr, 1942; Maiip, 1968).

OnHako BCKOpe HTY3Ha3M IO OTHOLIEHHIO K Jipeiidy reHoB ocjab. [Ipnunna
MHTYHUTHBHO sICHA: JI060€ MOJHOCTBIO CIydaiiHoe COObITHE HETTOBTOPHUMO U HENPOBe-
psieMo. CchblTKY Ha ipeiid sIBJSTIOTCS HAleXKHBIM YOEKHIIEM J/Isl He3HAHHST U 3aBeJIO-
MO MeHee yOeIuTe IbHBI, UeM GoJiee orpe/esieHHble (XOTh YaCTO COMHHUTEJIbHbIE ) ce-
JIEKIIHOHUCTCKHE O0ObsICHEeHHs, TpeJioxKeHHble /s MHOTHX CJydaeB, paHee
obbsicusiBinxest jperiom renoB (Beatty, 1992). Tlostomy k. Cumncon yxe
B caieftytoliier cBoelt kKuure (Simpson, 1953) oTkasasicst OT wjien KBaHTOBOH 3BOJIIO-
un. Tpu nocnenoBatenbbix u3nanus kuurn @. I [lo6pxkanckoro — 1937, 1941,
1951 rr. — rakke npupatoT apeidy Bce Menbliyio 3HaunMocThb (Gould, 1983). To-
CTeNeHHO oTKasajuch U oT 3dekra ocHoBaress (Isapu n gp., 1966; IIsapuy,
1980, c. 150—151; Lande, 1980). dtoT npoliecc nepecMoTpa OTHOLIEHHST K KOH-
ueniyd C. Patita 6bi1 HazBan «orBepennem cuntesa» (Gould, 1983). Poub npeit-
(ba B 0ObSICHEHHH TTPHYKMH MPOUCXOKIEHUST HealaNITHBHBIX OTJIMUMH TeTlephb UTpaloT
OHTOTeHETHYECKHE KOPPEJSIUA —  «MOPGOJIOTHIECKHe B3aHMO3aBUCHMOCTH
B Ipolieccax HHAMBHyaJbHOrO hopmooGpazoBanusi» (1LImanbraysen, 1969, c. 344),
MHOT0 60Jiee OUeBHIHbIE U TTOIAIONIMECST SKCIIEPUMEHTAIBHOMY HCCJIEIOBAHHIO.

B Hacrosiiiiee BpeMsi 1pelich reHOB HCMOJb3YeTCsl HEOJAPBUHUCTAMHU B Ka-
yecTBe pabGouell THIIOTE3bl 3HAYUTENBHO pexke, ueM S0 JieT Hazaj: rIaBHbIM (haK-
TOPOM, OTIPeEJISIIONINM XapaKTep SBOJIIOLHOHHBIX U3MEeHEHHH, CUMTAETCS ecTe-
crBenHblit ot6op (Charlesworth et al., 1982; Charlesworth, 1990). Ouenb
noKasareJieH cJeyrolui 6uorpadudeckuii paxr. HecmoTpst Ha To, 4To aBTOpAa-
MH CHHTeTHYeCKOH TeOpHH Ha 3amaje TpaauluoHHo cuurtatores P. Guiep, Jx.

3OO6bIYHO CYNTAETCS, YTO CHHTE3 «GOJILILIONH GHOJIOTHH» U TeHeTHYECKOH IBOJIIOLIMOHHOM Te-
opun ocyiiectseH B kuure [k, Xakenu (Huxley, 1943), nepBoe usnanne Kotopoi yBUIEI0
cset B 1942 r. Ha moii B3ruisiz, 310 MHEHHE SIBHO OLIMGOUYHO, yUUTHIBasA, 4To MOHOrpagust O.
I" ToGp2kaHCKoro onyG/IMKoBaHa NSThIO FOIAMH paHee.
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Puc. 3. Croxactuyeckast MOJE/b, HJI-
JIOCTPHUPYIOLLAST MPOLIECC TOSIBJIEHHS],
HCUE3HOBEHHUST U 3aKperJIeHHs] MyTaHT-
HbIX F€HOB B COOTBETCTBHH C THIIOTE30
Jipeiiha reHOB 1 TeopHeil HeHTpaJsibHOC- H
1 M. Kumyper. ITo anasnoruu c: Raup,
1978. |

-

Xoapenn u C. Paiir, cam Paiir
CUMTaJ, YTO OH He MPHHUMAJ
yyacTtusi B ee pagpaboTke
(Gould, 1981). Ilupokoe uu-

tupoBanue pabor C. Paiita

B COBPEMEHHBIX 3IBOJIIOIIMOH- “_I
HbIX ydeOHHMKAX, H3Jararoliux

MCKJIIOUUTEbHO CHHTETHYEC- I | y .
KYI0 KOHUEMIHUIO, HeJb3s 00b-

SICHUTb HHaye KakK CTpeMJICHH-

€M OCBETHUTb BCe pazHoobpasue B3IVISLOB HAa 3BOJIOLMIO, HTHOPUPYS POICTBO
¥ pasjiduue Mex1y STUMH B3IVISAAMHU.

Bmecre ¢ TeM, uaes ciaydaliHOro U3MEHEHHUs T€HHbIX YACTOT HAalllja TpuMe-
HeHUe B Teopuu HelTpasbHocTH (Kumypa, 1985), KoTopasi BHIXOAUT Jajieko 3a
pPaMKH TPaAHLMOHHOH CUHTETHYECKOH TeopuH, Oylyuu co3naHa Ha (yHIaMeHTe
He KJaCCUUYEeCKOH, a MOJIeKYJIIpHON reHeTUKU. HelTpaausm ocHOBaH Ha COBep-
IIEHHO €CTECTBEHHOM MOJIO’KEHHUH: J1aJIeKO He Bce MyTalUH (H3MEHEHHs HyKJ1eo-
tuaHoro psina JIHK) npuBonsit K u3MeHeHHIO MOC/e/I0BATENbHOCTH AMUHOKUCJIOT
B COOTBETCTBYIOLLEH MoJieKy e Gesika. Te 3aMeHbl aMHHOKHMCJ/IOT, KOTOPbIE COCTO-
SJIMCh, He 0053aTe/bHO BbI3bIBAIOT H3MeHeHHe (hopMbl GEJKOBOH MOJIEKY.JIbI,
a KOorja Takoe H3MeHeHHe BCe 2Ke TIPOUCXOJIUT, OHO He 0643aTe/IbHO H3MEHSET Xa-
pakTep akTUBHOCTH Gejika. CnaenoBatesnbHo, MHorue (M. Kumypa cuuraert, uyto
60JIbLIMHCTBO ) MyTaHTHbIE TE€HbI BBIMOJHSIOT T€ XKe (PYHKIMH, YTO U HOpMaJibHble
reHbl, 0TUEr0 OTGOP MO OTHOUIEHHIO K HUM BelleT ce6si MOJMHOCTbIO HeHTPaJbHO.
[To 3Toil NpUUYKMHE HCUE3HOBEHHE U 3aKpereHHe MyTallui B reHOOH/IE 3aBUCST
YUCTO OT cJydasi: O0JIbLIMHCTBO MX MPOMAAAeT BCKOPE MOCJe MOSIBJACHHUS, MEHb-
IIMHCTBO OCTAETCS U MOXKET CYLIECTBOBATh OBOJILHO JIOJTO.

Teopust HEHTPaNLHOCTH MyTAHTHbBIX aJljiejiell MOXKeT ObITb HJJIIOCTPUPOBAHA
NPUMEPOM U3 COBCEM JIPYroil o6JiacTH GHOJIOTHH, Tjie OblJ HCMOJb30BAH TOT 2Ke
MPHUHLHKI MOJHOCTBIO CJy4alHOTO MOsIBJAEHUS W Hcue3HOBeHHsl. CToxacThueckas
MOJIeJIb TPOUCXOXKIEHUS U BLIMHPAHUS TAKCOHOB, OCHOBAHHAs HAa GeCTPUUHMHHbIX
pelleHUsIX «Thl YHIM, Tbl OCTAHLCSI» W HE COAEprKallas HUKAKOH HH(popMalnu
0 WHAMBUIYaJbHOCTH OPraHU3MOB, 3IBOJIIOLUS KOTOPbIX HUMUTHpyeTcsi (Raup,
1978), naet uzo6paxkeHue BETBUCTOTO (UJIOTEHETHUECKOTO JIpeBa, MPHUEM MHO-
re BeTBH CYLIECTBYIOT A0JI0. B CHJTy UMCTOH CTOXaCTUKH TAKCOH MOXKET GbICTPO
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HabpaTh OrpOMHBIH 06beM, JIUHO TaK ke GLICTPO BbIMepeTh (puc. 3). TouHo Tak
K€ MyTaHTHBIH aJljieslb MOXKET COBEPLIEHHO Cy4yalHO pacnpoCTPaHUTbCs MO M0-
nyJjsiudu. B peayssrate ot60py, olleHUBaolEeMy GEHOTHIIbI, €10 CyLIEeCTBY 0e3-
pa3/NUYHO, KaKMe reHeTHYeCKHe MeXaHU3Mbl ONpeessiioT pa3BUTHE NaHHOH (op-
Mbl H cooTBeTcTByMIIeH ¢yHkuuu» (Kumypa, 1985, c. 82); «xapakrep
MOJIEKYJIIPHOH 5BOJIIOLMU COBEPLIEHHO OTJIHYEH OT XapakTepa (heHOTHIHYECKOH
3BOJIIOLMU» (TaM xKe, C. 74).

[TocnienHee BbicKasbiBaHHe, OTpakatollee CyTb HeHTpasiu3dMa, HUKaK He Co-
rJacyeTcsl ¢ WIe0JIoTHeH CHHTETHUYECKOH TEOPHH 3BOJIIOLMH, BOCXOASLLEN K KOH-
MUK 3apojibllieBoi Masmbl A. Beficmana, ¢ KoTopoil Haya/och pa3BUTHE KOp-
MycKyJsipHOH Teopud HacqenctBeHHoctd (Mayr, 1991). CorsacHo B3rusisizam
Beficmana, Bce akTopbl pasBUTHSI M POCTAa HAXOAATCSH B IMOJOBBIX KJeTKax
(Weismann, 1904); coorBeTcTBeHHO, UTOOLI M3MEHUTh OpPraHu3M, HeOOGXOAMMO
1 JIOCTaTOUYHO U3MEHHTb 3apOJIbILLIEBYIO MJ1a3My, T. €. TeHbl. B utore teopust Helit-
paJIbHOCTH HacJ/elyeT KOHLETNLHMIO FeHeTHYeCKOro Iperida, MopoxIaeHHyI0 Heoap-
BUHU3MOM, HO BIOCJIEICTBHH UM B OCHOBHOM OCTaBJIEHHYIO.

B uesoM, MCTOPUST CUHTETHYECKOH TEOPHH OCTABJSIET JIOBOJILHO CTpPaHHOE
BrevyatrsieHue. CioBecHas (T. e. HauboJee 0611ast ) PopMyJIHPOBKA TEOPHH NPHHALL-
gexut C. C. Yersepukony (1926), u ®. I lo6pxkanckuii (Dobzhansky, 1937,
1951) — aBtop nepBoii 06111e61OJIOTHUECKON KHUTH 110 06CYXK/IaeMOil TEOPUH —
nponarasaMpoBas B rnepyto odepespb Barasapl C. C. YetBeprkoBa, ¢ paboToil Ko-
Toporo 6bl1 Xopolilo 3HakoM. OnHako craths UetBepukosa (1926) He Gbina omny6-
JIMKOBAaHA HA aHTJIMACKOM $13bIKe, W B UTOT'e HA 3arajie CUMTaeTcsl, YTo CHHTETHYE-
ckast Teopust ocHoBana P. @uiepom (Fisher, 1930), C. Paiirom (Wright, 1931)
u JIx. Xonpeitnom (Haldane, 1932) — aBtopamu, Ka)/iblii U3 KOTOPBIX paccMar-
pUBaJl CpaBHUTEJIbHO GoJlee YacTHble MaTeMaTHYeCKHe MOJE/IH TIPUPOIHbIX CHTYa-
LM W He OblJ1 COTJIaceH CO MHOTUMHU JIONYLIEHHSIMH U BBIBOIAMH, ClIEJIaHHBIMH OC-
TaJbHLIMU JBYyMsi KoJuleramu (cMm., Hanpumep, Wright, 1980, 1982a, 1982b).
He meHee cepbesHbl OblM pasHoraacus Mexay Likosamu [ Messiepa ¢ onHoli cro-
poubl 1 @. I. Jlo6pkanckoro u M. @opna — c apyroit (JIleBontun, 1978). [Tosto-
My He Oy/ieT peyBeJHieHHeM CKa3aTb, YTO CHHTETHUECKasi TeOpHsl HUKOTra He Obl-
Jla MOHOJIMTHOH, C YeM OTYAaCTH CBsI3aHa TPYAHOCTb (POPMYJHPOBAHUS CJAEACTBUN
JYIs1 TOCIe/ytolle it MX MPOBEPKHU: BBIBOJL, C/IeIaHHBIA B pyCJie OJHOTO TeUeHHsl, Bee-
IJ1a MO2KeT ObITb OCMOPEH MPECTABUTESIMH KOHKYPHPYIOLLLETO HANpaBJeHHUsT KaK
He OTHOCSLIMICS K KaHOHaM. BmecTe ¢ TeM, Bpsil /Il €CTb OCHOBAHHSI COMHEBATh-
Csl B HAYUHOCTH CHHTETHUECKOH TeOpHH (Kak 3To Jesiaet, K npuMepy, Eden, 1967),
MOCKOJIbKY CJIE/ICTBHSI BCE K€ BBIBOJAMUMbI U TPOBEPSIEMBI, YTO U SIBJISIETCS MPUHS-
TbIM KPUTEPHEM HAYYHOCTH OOLLMX YTBEPKIAECHUH.
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«/lrs onposepicerus HeodapsUHUIMA
Heobxo0UMO NOKA3AMb, YO eco
eeHemuueckue 0ONYWeHus HeBepHul»

J. Maynard Smith, 1975

CHHTeTHUECKAs] TEOPHST SBOJIIOLIMK HE BBI3bIBAET COMHEHHH Y GOJLIIMHCTBA
61OJIOTOB: CUUTAETCS, YTO IBOJIOLHS B LEJIOM YAOBJIETBOPHTENbHO 0OBSCHSIETCS
3TOl Teopuel. PaKTHUECKH, 9TA TEOPHUS MPEJCTABMASET HAEOJOTHIO COBPEMEHHOH
6nosiornu. Ee mosioyKeHHs1 HACTOJBKO XOPollIo pazpaboTaHbl, YTO JIOMyCKAIOT CO-
37laHHe «KapMaHHbIX PYKOBOJCTB», C MOMOILLI0 KOTOPbIX JIOOOH CTYIEHT MOXKET
paccuuTaTh Ha KaJbKyJsiTOpe MHTEPECYIOLIHe ero napaMeTpbl 3BOJIOIHMOHHOTO
npouecca (Kirkpatrick, 1996). Orcrona Bo3HMKaeT BeyateHHe, UTO TJIABHbIE
npoO6JIeMbl IBOJTIOIIMOHHOK OHOJIOTHH PellleHbl, U OCTAETCS JIMIIb HAUTH OTBETHI Ha
HEKOTOpble YacCTHble BOMpPOChl. BmecTe ¢ TeM, MHOTMe aBTOPbl COMHEBAIOTCS
B aJleKBaTHOCTH cHHTeTHuecKoi Teopun (Gould, Lewontin, 1979; JlioOuuies,
1982; Wukun, 1987, 1988a), koTopast JulIaeT KUBOE €ro CJA0KHOCTH U MpPejl-
CTaBJISIET B BUJIE CYMMBbI 3JIeMeHTapHbIX TPU3HAKOB — OTJ/IEJIbHbIX [€HOB.

Ouenka Teopun — geJio HempocToe. B KauecTBe oiHOTO M3 HaubGoJsee 4acTo
KPUTHKYEMbIX OOILIMX TTOJNOXKEHUH CHHTETHIECKOH TEOPHH BOJIIOILMH MTPUBEIEM €€
MOAXOJ K 00BSICHEHHIO BTOPHYHOTO CXOJICTBA, T. €. OMHAKOBLIX MOP(OJOrHUECKUX
¥ (PYHKIMOHAJbHBIX IPU3HAKOB, KOTOPbIE He ObIIM YHACJEIOBAHBI, 8 BOSHUKJIM He-
3aBUCHMO B Pa3HbIX JIMHUSX IBOJIIOLMH OPraHU3MOB.

BropuuHoe cxoiCTBO POACTBEHHBIX CYIIECTB HA3bIBAIOT MapaJlaieJu3MoM, He-
POJICTBEHHBIX — KOHBepreHiued. [1o HeonapBUHU3MY, BCe MPU3HAKH XKHUBBIX CY-
[1I€CTB TTOJTHOCTBIO OMPEESIIOTCS] COCTABOM I'eHOTHIA U XapakTepom ot6opa. [To-
3TOMY Mapasijiesu3mM oObICHSETCS TeM, YTO OPraHU3Mbl yHACJEN0BaNH GOJBIIOE
KOJIMYE€CTBO OJIMHAKOBBLIX TEHOB OT CBOETr0 HEABHETO MPEJKA, a MPOUCXOXKIEHHE
KOHBEPTeHTHBIX MPU3HAKOB 1IEJHKOM MPHUIUChIBAaeTCs JeHCTBHIO 0TOOpa. Bmecte
C TeM, XOPOILI0 U3BECTHO, YTO YEPTHI CXO/ICTBA, Pa3BUBAIOLIHECS B IOCTATOYHO y/a-
JIEHHBbIX JIHHHUSAX, YacTo ObiBatoT HeamantuBHbl (bBepr, 1922; Gould, Lewontin,
1979; Jlro6ues, 1982; Iponuuukuii, 1995) u mosToMy He MOTYT GbITh MTPABIOMO-
JIO6HO 06bSICHEHBI HM €CTECTBEHHBIM 0TOOPOM, HH 061IIMM HacseoBaHueM. Hesa-
BHCHMOE BO3HMKHOBEHHE OJIMHAKOBbLIX M'€HOB M HX COUETAHHH 3aBEIOMO MCKJII0Ya-
eTcsl, MOCKOJIbKY MyTallul U peKOMOMHALIMS — CJlydaiiHble TPOIECChI.

B oTBeT Ha Taky0 KpUTHKY CTOPOHHUKH CUHTETHUECKOH TEOPHH MOTYT BO3pa-
3uTh, uyto npeacrabaenus C. C. Uersepukosa u P. ®uiepa o mosHo# coyuaiiHoc-
TH MyTalliil B HACTOSIIIIEE BPeMsi 3HAUMTENLHO MepecMOTpeHbl. MyTalluu cIyuaiHbl
JIMIIb MO OTHOLIEHHIO K Cpejie OOUTaHHUs, HO He K CylIeCTBYIOIIeH OpraHu3allii re-
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Homa. Celuac npejicTaBJisieTcsi BIIOJIHE €CTeCTBEHHBIM, UTO padHble yuactku JTHK
06J1a71a10T pas3JIMUHON YCTOHUHBOCTBIO; COOTBETCTBEHHO, OJIHU MyTallMH GYIyT BO3-
HUKaTh uallle, pyrue — pexke. Kpome Toro, Habop HYKJIeOTHIOB BeCbMa OTpaHH-
yeH. CJieoBaTeNIbHO, CYIIECTBYET BEPOSITHOCTL HE3ABUCUMOTO (M TIPUTOM BITOJIHE
cJydaiiHoro, 6ecrpuuMHHOTO!) TOSIBJEHHST OJMHAKOBLIX MyTallMi. DTH W JIpyrHe
(hakTopbl 06YCJAABINBAIOT 3HAYUTENLHYIO BTOPUUHYIO TOBTOPSIEMOCTD B CTPYKType
JIHK (Felsenstein, 1982; Kean u np., 1988; Sanderson, Donoghue, 1989) u mo-
TYT 0OBSICHATD TPOUCXOXKIEHHE HeaIaNITUBHOTO CXOJICTBA C MO3UIIMI HEOlaPBUHU3-
Ma Kak cJIydalHOro BbI6Opa M3 OrpaHHYeHHOr0 YHC/Ia BO3MOYKHOCTEH.

JHpyro#i npumep — kputrika CTD cTOpOHHUKAMH MyTallHOHHOH BOJIIOLUHA —
CB$I3aH C KOHIIETIMEN MyHKTyaJIM3Ma WK <TPepbIBUCTOr0 paBHOBecusi». [TyHkrya-
JIU3M TOKOMTCSI HAa TIPOCTOM TAJI€OHTOJIOTHUECKOM HaGJIIOIEHUH: MPOI0JIKUTEb-
HOCTb CTa3Hca Ha HECKOJILKO MOPSIIKOB TPEBbIILIAET ITIUTENLHOCTD Mepexo/ia U3 oj-
HOTO (DEHOTUNHUECKOTO cocTosiHusl B jipyroe. Cyjisl M0 UMEIOIIMMCS JJAHHBIM, 3TO
MpaBuJIo B 06IIEM CIIPABEIINBO Uil BCell HCKOMAaeMOH HCTOPUM MHOTOKJIETOUHBIX
x)uBoTHBIX (Gould, 1977; Eldredge, Gould, 1972, 1997; Stanley, 1975, 1979)
W UMeeT JIOCTaTouHoe KosindecTBo noarsepxkuenuii (Williamson, 1981; Fryer et al.,
1983; Kelley, 1983) npu masiom uncie uckitodenui (Fortey, 1988).

ABTOpBI MyHKTyaJii3Ma MPOTHBOMOCTABJSIIOT CBOK B3IJIsL TpajyaJu3My —
npejicTaByieHuio JlapBruHa o MoCTerneHHOH SBOJIOLUH MTyTeM MeJIKUX U3MeHEeHUH —
U CUMTAIOT MPEPLIBUCTOE PABHOBECHE JIOCTATOYHBIM MTOBOJIOM JI/IsT OTPHIIAHHS BCei
cuHTeTHYecKol Teopun. CToJb paiMKaibHbIH MOJIXOJ, BbI3BaJ JIMCKYCCHIO BOKPYT
KOHIIEMIIHH MPEePBIBUCTOrO PaBHOBECHS, JUISIILyHOCsT yrKe 25 jieT. BoJIbIIHHCTBO aB-
TOPOB CXOJIUTCSI HA TOM, UTO MEXKJIy MOHSITHSIMH TTIOCTENEHHAS» U «TIPEPbIBUCTAs»
UMeeTCsl JIWIIb KOJMUeCTBeHHast Pa3HUIIA: JUTUTEJLHBIH NPOLIeCC TPeJICTAeT MIHO-
BeHHbIM coObITHEM, Oyayud H306paykeH Ha CXKaToH BpeMeHHOH mikase (Schopf,
1982). TTostomy nyHKTYya u3M W rpaayau3m cleayeT paccMaTpUBaTh Kak JIOMOJ -
HutesbHble noHsThst (Turner, 1983; Rand, Wilson, 1993; Vonvau-Pelklein, 1994).
Kpome Toro, cTOpOHHHKH CHHTETHYECKOH TEOPHUH CIIPaBEYIMBO OTMEYaioT, 4YTO
MpepbIBUCTOE pPAaBHOBECHE He CO3JaeT JIsl HUX JOMOJHUTENbHBIX TPYHOCTEH: JIJTH -
TeJIbHbIA CTa3UC MOXKHO 0OBSICHATH AeHCTBUEM CTabUIU3UPYIOLLero oToopa, a Obl-
CTpoe M3MeHeHHe — TeopHeil cMeliatonierocsi pasHoBecust C. Paiita 151 Masibix
nonyasiunii (Ford, 1950; Kurten, 1959; Maynard Smith, 1981; Charlesworth,
Lande, 1982; Charlesworth et al., 1982; Wright, 1982a; Dawkins, 1985; Newman
et al., 1985; Moller, Pomiankowski, 1993; Coyne, Charlesworth, 1997). Boamox-
HOCTb MHTEpTIpETAllUK MYHKTya/u3Ma C TOUKH 3pEHHs] CHHTETUUECKON TeOpUH 3a-
CTaBJIsIeT COMHEBAThLCS B €70 3HAUUMOCTH JIJIsi PA3BUTHSI TEOPETHUECKOH GHOJIOTHH
(Kpacusos, 1988).

B cyuiHoctu, uem GoJiee aGeTpakTeH NpeMeT KPUTHKU, TeM GoJiblliee YHCJIO0
KOHTPApPTyMeHTOB BCTPETSIT HALLIM BO3PAXKEHHUST: 061I1e M0JI0KeHUs 10601 Teopun
JIOCTaTOUHO YCTOHUMBBI (ecsi BooOlile ysi3BUMbI). [ToaTomy mornpoGyeM nojpoiTH
K OCHOBHBIM TI0JIO’KEHUSIM CUHTETHUECKOH TEOPHH CO CTOPOHBI MeHee 00111ero, 60-
Jiee KOHKPETHOTO 3HAHUSI U TIPOBEPHM, HACKOJILKO XOPOILIO CJIEJICTBUSI, BbIBEJIEH-
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Hbl€ U3 OCHOBHbIX [TOCTYJIAaTOB TEOPHH, COOTBETCTBYIOT HMEIOLLUMCST HAOJIIOIeHUSIM
¥ 3KCMepUMeHTalbHBIM JaHHbIM. M3 copepKaHus npeapiyliel riaaBbl BUAHO, YTO
TUIOTE3bl, CBSI3AHHbIE C IPeH(OM IreHOB, BbI3LIBAIOT K ce0e pa3Hoe OTHOLIEeHHE Y
Pa3HbIX CTOPOHHHUKOB CHHTETHYECKON TeopHH 3BoJoLMH. ClleloBaTe/NbHO, KPUTH-
Ka TEOPUH MOXKeT ObITb 00palleHa TOJNbKO K TeM 3BOJIOLMOHHBIM MeXaHH3MaM, ¢
KOTOPBIMH COTJIACHbBI €CJIM HE BCE, TO XOTS Obl OOJBIIMHCTBO: MyTaLUsIM, PEKOMOH -
HalKH U €CTeCTBEHHOMY 0TOOPY.

3. 1. CKOPOCTb 3BOJIIOLUU U CJOXHOCTb OPTAHU3MOB

M3 cunTeTHUECKOH TEOPUH CJIEYET, UTO 980AI0HUA DOANHCHA uomu bovicm -
pee y Opeanu3mMos8, eeHomun Komopuix obaradaem 60AbUWUM KOAUYECEOM
CKpbLmblX Mymayui u ucnoimoigaem 00A€e UHMEHCUBHYIO PeKOMOUHAYUIO,
m. e. y mex, Kmo obaadaem meree co8epuleHHblMU MEXAHUSMAMI Penapayuu
(ucnpasaenus owubok penauxayuu) JHK, menvuieil OaumesoHocmoro ncus-
HEeHHO20 YUuKAa U 6oabuiell n10008umMocmoio (3T0 CleiCTBUE CPOpPMYIUPOBa-
Ho A. I'1. Pacuuubinbiv, 1987). Hanpumep, B cootBeTcTBUH ¢ JiorHko# CTI, mes-
Kue ObICTPO Pa3MHOKAIOLLMECS AKUBOTHbIE JIOJKHBI 9BOJIIOUPOBATh ObICTpEe, YeM
KpyMHHble POPMBbI C IOJITHM LIMKJIOM Pa3BUTHSI: €5ICHO, UTO ... MaJloe BpeMsl reHepa-
LMH ... MOXKHO paccMaTpUBaTh Kak npucrnocobseHue, crnocobeTBytoliee ObICTPOH
spositouun>» (Payn, Cranmu, 1974, c. 102). V3 akcuom cuHTeTHUECKOH Teopun
HeJ1b351 OblI0 Obl BBIBECTH HHOE 3aKJIOYEHHE.

[TasieoHTOIOrHYECKHE IAHHBIE TTOKA3bIBAIOT MPSIMO 06paTHOE: ObICTPO U3MEHSI-
I0TCST KpYTHble cyioxKHble K1BOTHbIe ( Cumricon, 1948; HImanbraysen, 1946, 1972;
Rensch, 1960), npuuem Guictpee Becex — muiekonuratoiire (Maynard Smith, 1958;
Stanley, 1973; Van Valen, 1974b), a cpean HUX — HUMEHHO Te, KOTOpble pa3MHOXKa-
toTcsl HauboJiee MeaieHHo. Hanpumep, BCst 9BOJIIOLHMST CJIOHOB COCTOSIACh 32 3 MJIH
JIeT: YUCJIO UX 0COOeH 3a BCIO HCTOPHUIO ObIO MeHbLIe, YeM 6aKTepHil, He0OXOIUMBbIX
Juist nostydenust 1 nosieanoit mytauuu (Yatikosekuit, 1990, c. 214). [1aneontosoru-
YecKHi (haKT yCKOPEeHHsT 3BOJIIOLMH C POCTOM OpraHU3alyH, LIHPOKO U OYeHb JIAaBHO
M3BECTHBIN Ha KAYECTBEHHOM YPOBHE, JIOJIT0 He MMeJI KOJIMYECTBEHHON OLLeHKH H3-3a
OTCYTCTBHUSl aJ€KBATHOIO crocoba ONpenenTb CKOPOCTb 3BOJIOLMM. XOJiekH
(Haldane, 1949) npenyiaran uamepsith 3Ty CKOpocTh B JlapBHHAX, YTO COOTBETCTBY-
eT u3MeHeHuto Bbi6panHoro pamepa Ha 0,001 ero Besnuunbl 3a 1000 Jiet. Takoii me-
TOJL Id€T pa3Hble Pe3yJ/bTaThl B 3aBUCUMOCTH OT TOTO, YTO U3MEPSIETCS: JIMHEHHbIN
pasmep, niolazb ui oobeM. [ToaTomy Jydllle OLleHHBATL CKOPOCTb M0 YHCJTY CTaH-
JIAPTHBIX (KBapaTHYHbIX) OTKJIOHEHHUH, HAa KOTOpble U3MEHWJICS MTPU3HaK 3a 1 MuIH.
Jiet. drta BesnunHa 6bi1a HasBaHa | Cumncon (Malmgren, Haldane, neony6suko-
BaHHasi pykonuch, UuT. no: Gingerich, 1993). Onnako ¢ 6uoJioruuecKoi ToUKH 3pe-
HUsl GoJslee 3HAYUMbl H3MEHEHHS!, TPOUCXOsILLIMe He B aOCOJIIOTHOM BpeMeHH, a 3a
nokosieHue. [103ToMy CKOpPOCTb 3BOJIIOLMH NPEAJIAratoT H3MepsTh TaKkke B XoJyiei-
Hax, T. €. B KBAJIpaTHUHbIX OTKJIOHEHUsIX 3a reHepauuio (Gingerich, 1993).
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Bce 3TH crioco6bl IMEIOT OJIMH U TOT ¥Ke CYLIeCTBEHHBII HeocTaToK. PasHble
opraHbl }KUBOTHOTO 3@ OJIHO U TO YKe BpeMsi H3MeHsIIOTCs B pa3Hol crenend. Harmpu-
Mep, y 4eJIoBeKa MO3T SBOJIIOUPOBAJI OLICTPO, a cTona — MeayieHHo. CrenoBarelib-
HO, pa3Hble IPoMepbl Oy/IyT 1aBaTh pa3Hble pe3dyJbTaThl. TeM GoJiee HEMOHSTHO, KaK
CPaBHMTb CYIIECTBA Pa3HbIX MJIAHOB CTPOEHHs], He 06JIaNAIONIMX TOMOJIOTHUHBIMH
opranamu. [Tostomy HanGosiee 0ObEKTHBHA OllEHKA CKOPOCTH IBOJIIOLMM TaKCOHA
0 CKOPOCTH MPOUCXOKIEHNST K BBIMUPAHHUST MOTYMHEHHBIX CHCTEMATHIECKUX TPYIIT
(Maynard Smith, 1958, p. 235). Takue uucieHHble JaHHble ObLIA TOJydeHbI
A. T1. Pachuupitbiv (1987) B Buzie crielMHUeCKHX OTHOCHTEJbHBIX MOKa3aTesek:
BpeMeHH TTOJyBbIMHPAHHUST TAKCOHA (€IMHHUIIBI, aHAJOTHYHON BpeMeHH MoJypacraia
paIMOAaKTHBHBIX M30TOTIOB) W BO3pacTa TOJyCOBpeMeHHOH ¢hayHbl (T. e. hayHb,
B KOTOpPO¥ MOJIOBHHA TAKCOHOB JIAHHOTO PaHra BbIMEpJia, a MoJI0BHHA JI0XKUJIA 10 Ha-
miero Bpemenn ). O6a nokazaresisi PACCUNTHIBAIOTCS JJIsT KOHKPETHOTO TaKCOHOMH-
yeckoro ypoBHsi. [lanuble A. [1. PacHHIbIHA TOKA3bIBAIOT, YTO OGHOBJIEHHE YHCIIA
BHJIOB HAIIOJIOBUHY 3aHsI0 y MJIeKonutaomux 0,54 MJIH. JIeT, y KOCTUCTBIX pbl6 —
3,5, y urnokoxkux — 4,2, ay popamunudep — ot 5 10 24. AHaJIOTHYHBIM 06pa3oMm,
MOJIOBUHA HbIHE »KUBYLLMX POJIOB MJIEKOMUTAIOLIKX oOUTasa yxke 4 MJIH JIeT Ha3al,
Juist nTdl ¥ amubuii 31o 6buto 10 MutH et Hagdan, ais pentuani — 20, st poi6
— 30—50, 115t HacekoMbix — 40, a st popamunudep — 230. YUUTbIBASI HEMOJI -
HYIO H3y4eHHOCTb COBPeMeHHOH (hayHbl U (hparMeHTapHyI0 — MCKONAeMOH, STH LH-
(pbl HeJTb3sT He CYUTATh MPUOJIN3UTENLHBIMU. BMecTe ¢ TeM, pasHua Ha 2 nopsinka
nenaet nanubie A. 1. PacHuibina (1987) siBHO MPOTHBOpPEUALIMMH TPEICKA3AHHIO
CHHTETHUYECKOH TEOPUH 0 XapaKTepe CBsI3H CKOPOCTH IBOJIIOLIMOHHBIX H3MEHEHHE CO
CJIO?KHOCTBIO 2KUBBIX CYIIECTB U MPOIO/IKUTETLHOCTBIO MX XKHU3HEHHOTO [IUKJIA.

Heo6xo1iuM0 OTMETHTD, UTO CYLIECTBYET KPYT SIBJEHHH, KOTOPBIE MO3BOJIS-
eT NPeYIOKUTD THIIOTESY, TPUMHUPSIIOLLYI0 YKa3aHHOe POTHBOPeUYne MEKI He-
osorrieit CT u neficTBuTeIbHOCTBIO. Tak, MOXKHO MoJiaraTh, 4TO BOJIOIHUS CO-
BEPIIEHCTBYET He TOJBKO MOP(hO-(PyHKIIMOHAIbHbIE MEXaHHU3MbI, OTIPeIeJIsTIolIIe
CMOCOOHOCTb OPraHU3MOB CYLLLECTBOBATH B 9KOCHCTEMAX, HO H CaMy ClTOCOOGHOCTD
3BOJIIOHPOBATH TPH H3MeHEeHWW YyCJoBHH cyulectBoBanus (Liem, 1973;
Lombard, Wake, 1977; Raup, 1985). dTa cnoco6HOCTb MoOrJia Gbl ONPEESATHCS
HaJIMYHeM Y BBICUINX JKUBOTHBIX U TIPEXKIEe BCEro Y MJIEKOMHUTAIOLINX TAKOrO Me-
XaHHU3Ma, KOTOPBIH yBeJHInBasl Obl (PeHOTUITHUECKYIO H3MEHUHBOCTb B MOMEHT
HACTYIJIeHHs] HEMTPUBBIYHBIX YCIOBUH U YMeHbIIIa/ ee 10 HOPMaJIbHOTO IHarna3o-
Ha TocJie IOCTHKEHHsI alanTalid K HOBOH cpefie. Posib mogo6HOro MexaHH3Ma
Moruia 6bl MTpaTh peakuus uanosoruyeckoro crpecca no I. Cesibe (cM., HaTpHu-
Mep, ero kuury 1982). B npupoje ctpeccoBasi peakiiusi HacTyrnaeT pH HEJIOCTAT-
Ke TMHIIH ¥ YKPBITHH, MPH OXJNAXKIAEHHH U 60pbOe C COCeNsIMU 3a T€PPUTOPHUIO
(Christian, 1950, uut. no: bamennna, 1963). Ctpecc BbI3bIBaeT HapylleHHe
HOpPMaJIbHOH KOHIleHTpaluu ropMmoHoB B kpoBH (DbBesnsie, boponun, 1982; 111u-
JoB, 1984). MameHeHHbI! rOPMOHAJILHBIA HajlaHC MOYKET TMPUBOJUTH K U3MeHe -
Husim B nepBuuHoil ctpyktype JTHK (Canranuk u ap., 1985; Canranuk, 1987)
u myrtauusim uHoro poxa (Katnanos, 1981; McClintock, 1984). TTomumo myra-
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[IMOHHBIX K3MEHEHHH B TeHaX, CTPECC BbI3bIBAET MOsIBJIEHHE XPOMOCOMHBIX abep-
pauutii (Belyaev, Borodin, 1982; I1lunoB, 1984) u ycunnBaeT MHTEHCUBHOCTD pe-
kom6unaimu (beasie u 1p., 1988; Parsons, 1988; Mwmaiesa, 1999), B Tom uuc-
Jge kpoccunroBepa (bensieB, Bopomun, 1982; Kamumnosa u ap., 1982). Tlo
JIOTHKe CHHTETHYECKOH TeOPHH, YBeJIHUeHHe H3MEHUHBOCTH I'eHOTHIIOB BJleUeT 3a
co60# pocT heHOTUITHIECKOH U3MEHUUBOCTH. XOPOIINM MOATBEPXKIeHHEM OblIa
6bl IeMOHCTPALMsT TIOBBILIEHHOH U3MEHYHBOCTH MTOTOMCTBA OT 0cobeli, MepeHec-
IIMX CTPEecC JI0 MW BO BpeMst rameToreHesa. K coxkasneHuio, MHEe He M3BeCTHBI
JlaHHble Takoro poja. MMeromiunecst hparMeHTapHble MaTepHaJbl CBUIETENBCTBY -
I0T cKopee 06 06paTHOM: CTpecCHpoBaHHe GepeMeHHBIX MBIl H3MeHsIeT HeKO-
TOpble XapaKTePHUCTHKH TI0JIOBOH CHCTEMbI MBIIIAT, HO XapaKTep H3MeHeHHH 3a-
BHCHT OT (peHOTHNA — B JIMHUSX C BBICOKMM 3HaueHHEM TpH3HAKa OHO
YMeHbILIAeTCs], a B JIMHUSIX C HU3KUM 3HAUeHHEM — YBEJHUUBAETCS, T. €. B UTOTe
crpecc cokpaiiaer uamenunBocth (Kinsley, Svare, 1987; Illumxuna u ap.,
1990). B noxreepxieHne o6cyKiaeMoil THIOTE3bl CYLIECTBYIOT laHHble 06 yBe-
JIMUeHUH (PeHOTHUTIHUECKOH JUCIepCHH HEKOTOPLIX MPHU3HAKOB (IUIMHBI TOpaKca
¥ KpPblJIa, YUCJ/Ia CTePHOIUIEBPAIbHBIX ¥ a6IOMUHAJBLHBIX IIETHHOK, YHC/Ia OBAPH-
0J U BETOYEK KIyTHKA aHTeHHbl) y apo3oduibl (Mmamesa, 1999), a takxke
0o Bo3pactanuu uaykryupytoieii acummetrpuu (Palmer, Strobeck, 1986;
Parsons, 1990; Hoffman, Parsons, 1997) B pedysibrate nepeHeceHHoro crpecca.
OnHako UMerolIHecst MaTepUaslbl eBa JI JOCTATOYHbI /TSI TOATBE P2KAEHHUS TTPHU-
BJIEKATEJIbHOH «THIIOTE3Bl SBOJIOLIMOHHOTO TPUTTEpa», KOTopasi MorJia Gbl criia-
JIUTh TIepBOe MPOTUBOpeure Mexy 6uosiorueit u CTI.

3. 2. PoJib PEKOMBUHALIMU

Vcxopst M3 CHHTETHUECKOH TEOPHH, 980404 HEe MOKCen uomu 8 Omceym-
cmaue peKoMOUHAYUU, BblABASLIOUCL USMEHULBOCTb, CKPLLMYIO 8 2eHOGOHe.
1o — ob1asi Touka 3peHusi, HauuHasi ot HMorancena (Johannsen, 1909), noka-
3aBlIero Hea(h(HeKTUBHOCTb OTGOPA B UHCTHIX MHOPEIHBIX JIMHUSIX, TOMO3HIOTHBIX
10 BCEM HJIHM MO GOJILUIMHCTBY '€HOB M MO3TOMY He HMEIOIIMX MyTallUil, CKPBITBIX
B reTEPO3UTOTHOM COCTOSIHMH. PeKoMOHHALMSI CUUTAETCS BaXKHEHIIUM (DAaKTOPOM,
CO3JIAIOIIHUM pasHble (PeHOTHIILI, KOTOPbIe 3aTeM MOTYT GbITh IPEAbsIBIEHbl 0TOOPY
(Maiip, 1968). Ecau HeT pekoM6GUHALMH, TO HET U U3MEHUMBOCTH. DTO 03HAYAET,
YTO IBOJIIOLIUST HEBO3MOXKHA.

B npupone MoryT ckiiaiblBaThCsl pasHble CHTYallMH, KOTIA CKPBITHIH pe3epB
M3MEHUMBOCTH He TIePeXOJHT B SIBHOE COCTOsIHHE B Mpoliecce pa3MHOXKeHust. Hau-
6oJiee pacrpocTpaHeHHBIH Clydall — BereTaTHBHOE U MTapTEHOTeHETHYECKOe pas-
MHOKEHHe, KOTJa IouepHre 0cOOH TOJyJaroT KOMHIO MaTepuHCcKoro renotuna. Ot-
cloJia CJIeflyeT, YTO OPraHu3Mbl He JI0JKHBI SBOJIIOUPOBATH B OTCYTCTBHE JBYIIOJIOTO
pasmHoxkeHust (Stebbins, 1950). DTOT BbIBOJ OUEBUIHO CJIELYET H3 CHHTETHUECKOH
TEOPHH, U CTOJIb K€ OUEBUIIHO, UTO OH He BepeH. CaMOOMblIsieMble U BereTaTHBHO
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pasMHOXKaIOLIHeCs] pacTeHHs] HUUYTh He MeHee pPa3HOOOpa3Hbl, UeM MepeKpecTHO
onblasiemble (BaBuiios, 1968). MoxHO B0o3pa3uTh, UTO KOT/IAa 3TH BHJbI TPOUCXO-
JIMJTH, OHU MOTJIH OBITh 060emoJibl. OHAKO [JIsi MHOTHX BHIOB repMadpoUTH3M SIB-
JISIeTCST IBOJIIOLMOHHO MCXOJMHBIM cocTosinueM (Mositnapn Cmur, 1981, c. 177),
a ajlanTalli K CaMOOTUIONOTBOPEHHIO, U3BECTHLIE Y MHOTHX pacTeHUH, Hanpumep,
paiirpaca, oBcsiHUIIbI, MieHUIIbI, sumens (Bpurre, Hoyas, 1972), morsin npou3soii-
TH TOJILKO Ha (pOHe OJHOIMOJIOr0 pa3MHOXKeHHsl. B pesyJsibraTe jaxe CTOPOHHHUKH
CUHTeTHUYecKOH Teopuu (Hampumep, Mos#inapa Cwmut, 1981; Maynard Smith,
1983a) npusHatoT, 4TO OJHOMOJbIE POPMbI IBOJIIOUPYIOT.

Bosiee Toro, eMMHCTBEHHBIN YIAuHbIN SBOJIOLMOHHBIA SKCIIEPUMEHT, 3aBep-
IIMBIIKACS BHI00Gpa30BaHHEM, TIPOBelleH Ha MapTeHOreHeTHUECKUX OpraHu3-
Max — TJIsIX, IPUUEM MpeBpallleHue B APYrok BUJI TIPOU3OIILIO 33 HECKOJIBLKO MOKO-
JeHu# — B TeueHue oaHoro cesona ([llamommuukos, 1961, 1964, 1965;
Shaposhnikov, 1981, 1984), urto npu oTCyTCTBMH PEKOMOMHAIMH XPOMOCOM BhbI-
rasuT yauBuTesbHo. [1pasna, BeickadbiBasoch MHenne (Cognetti, 1965), uto oo-
reHe3 y TJiell IPOXOIUT Yepe3 T. H. (pay SHIO0Meil03a, MpeJroaraollero BO3MoxK-
HOCTb KPOCCHHTOBEpA U, CJIeN0BATEbHO, pEKOMOUHALUS TeHOB MPH PA3MHOXKEHUH
BCe ke uMeeT MecTo. OfHAKO GOJLIIMHCTBO HMEIOIIMXCS IIUTOOTHYeCKHX JaHHBIX
MOKa3bIBaeT, YTO MapTeHOreHeTHUECKHe sIila TJell 06pasyloTcss MUTOTHYECKH
(Suomalainen, 1950; Dixon, 1998). KpocciHroBep nmpH MHTO3e T€OpPETHUECKH
BO3MOKeH, HO MIPAKTHYECKU He 3aMeTeH. DTOT BBIBOJ, TTOATBE PKIAaeTCsl MHOIOUHC-
JIEHHBIMU JIAHHBIMH TI0 HacJsieoBaHuio okpacku (Muller, 1962), no xapakrepHbIM
tdepmentam (Blackman, 1979; Suomalainen et al., 1980; Tomiuk, Wohrmann,
1981) u crpykrype AHK (Carvalho et al., 1991): KnoHbI, reTepo3UroTHole 1o JaH-
HOU Mape aJuiesiell, OCTAIOTCsl TETEPO3UTOTHBIME Ha TPOTSKEHUH HEOTIpelesIeHHO
JUIMHHOM Yepeibl oKoJsieHni. [1o3ToMy c/ienyeT MpUHATh, 4TO GbICTPasi SBOJIOLHUS
KJIOHOB TJIell TPOMCXOIUT B OTCYTCTBHE PeKOMOHHALMH, T. €. TIPEACTABJSIET TPOTH-
BOpeure CHHTETHUECKOH TeopHH. MOXKHO, KOHEUHO, MPENONI0KUTh HeMeJIeHHOe
BO3HUKHOBEHHE T0JI€3HOH JOMHHAHTHOH MyTalliH, HO TaKoe MpenosioxKeHue Obl-
JIo GBI SIBHBIM HapylIeHHeM MOCTYJIATOB TEOPHH, H3/I0XKeHHBIX B ryiaBe 1.

3. 3. UBMEHYUBOCTb ®EHOTUIOB U U3MEHUYUBOCTb
FEHOTHUIIOB

C TOYKH 3peHHsT CUHTETHUECKOH TEOPHH, 380A4104UsL He modcem udmu (uau,
no mervuiell mepe, oueHv 3amMe0AeHa) 8 OMCYMCmaue CKpoulmot eernemuuec-
KOl u3meruugocmu. JTo yTBEP:KIEHHE TeCHO CBSI3aHO C Npe/cKa3aHueM TeOpHH
0 pOJIM peKOMOMHALIMK: OHO TaKxKe MpejroJaraet Hajsuuue Xotst Obl rpy6oit Koppe-
JISILIAKM MKy MU3MEHYHBOCTbBIO P€HOTHIIOB M (DEHOTHIIOB U TaK K€ HE BbIMOJHSAETCSI.

B cooTBeTCTBUHM ¢ TeopHeH, raniouHble CyLleCTBa J0JKHbI 9BOJIOMPOBATD
Me/JIEHHO JIMOO OCTAaBaTbCsl HEU3MEHHbBIMM, T. K. BCe He HeHTpaJibHble MyTalUH,
KOTOpble Y HHX BO3HUKAIOT, HE MACKUPYIOTCS JOMUHAHTHBIMH aJulesIsIMM, a Cpagy
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)Ke nposiBJsitotest B peHoturne ocobeit (Pacuuibiz, 1980). baaronpusthbie myTa-
MM YPe3BBIYAHHO PeJIKH, a HeGIAroTnpUsiTHbIe HeMeIJIeHHO OTCEUBAIOTCS €CTeCT-
BeHHBIM 0T6opoM. CJiefoBaTesIbHO, OTGOP JIHIIEH BO3MOKHOCTH MTOCTENEHHO Tpe-
BpalllaTh BpelHble UJIH MOJYyBPeIHbIe pelleCCHBHbIE MYTAIMH B HOBbIE MOJIE3HbIE
JIOMMHAHTHBIE T'eHbl.

M3BecTHO HecKoJIbKO MpUMepoB TamyionaHbix opranuamon (Huxley, 1943),
Cpelr KOTOPhIX HauboJiee YIUBUTENbHBI CAMIIbI 1€ PETIOHYATOKPBIIBIX HACEKOMBIX,
TIOCKOJIbKY 3BOJTIOLMST 3TOM TPYTIITHI HE TOJIBKO HU B UeM He YCTYIaeT, HO BO MHOTOM
orepeiJia Pa3BUTHE JIPYTHX OTPSIOB HACEKOMBIX MO CKOPOCTH, TIO [IKPOTE AUBEP-
TeHIUH U 110 TIyGHHe afanTalliil — JA0CTATOUYHO YIIOMSIHYTh CAMO€ CJIOXKHOE Cpelt
HACeKOMBIX TMOBeJIeHHe, CBsI3aHHOE C XMIIHAYECTBOM, MapasUTH3MOM U OOIIeCT-
BeHHbIM 06pa3om xku3nu (Pacuutpin, 1980).

B xayecTBe HEKOTOPOTO CMsiTYeHHsi O0OCYKIAeMOTO TPOTHBOPEUHsT MOXKHO
paccMaTtpHuBaTh JaHHbIE O TOM, UTO TaNJIOUIHbIE OPTaHU3MBI B [IEJIOM He MeHee re-
HETHYeCKH M3MEHUHBBI, YeM IUIJIOUIHbIE, 32 CUET HEHTPATBLHOCTH OOJBLINHCTBA
BO3HHKAIOIIMX MyTallMi, MaJiast YacTh U3 KOTOPBIX COXpaHsieTcsi B TeHohoHIe Gia-
rojiapsi caydaiinbiM nipotteccam (Kumypa, 1985). [1pasna, B sito6om ciyuae ot6op
pa6otaeT ¢ (eHOTHITHUECKUMH MPOSIBJIEHUSIMH, MO3TOMY TFeHO(MOHI MOMyJsUH
TanJIONIHbIX CYIIECTB HeM36eKHO OyleT 3HAUNTELHO 0OeHATLCS 3a CUeT OTCeBa
He HeHUTpaJIbHBIX MyTalHil, KOTOPbIe HE MOTYT ObITh CKPBIThI B T€TEPO3UTOTHOM CO-
CTOSIHUH. B UTOTe, CHHTETHUECKOH TEOPHUH OCTAETCs JIHIIL OfiHA 0GbSICHUTEbHAS
BO3MOKHOCTD: CAMKH TePENOHYaTOKPBIIBIX TUTJIOUIHBI, Garogapsi 4eMy HX MOXK-
HO CUMTaTh pe3epByapoM reHeTnueckoi uamenunBocty (Huxley, 1943), xorst momi-
Hasl IUBePreHIIHUst [TePeNOHYATOKPLIILIX U He OUeHb COTJIACYeTCs] C TarIOMIHOCTbIO
OJIHOTO W3 JIBYX IMOJIOB.

Boo6iie, ¢ Toukn 3penusi CTD 10BOBHO CTPaHHO, UTO HE CYILIECTBYET CKOJIb-
KO-HHUOY/Ib 0UeBUIHOK KOPPEJISIIUN MEXKITY TeHeTHIeCKUM H (heHOTHITHIECKUM Pa3Ho-
o6pasuem. Hanprmep, IMPOKO H3BECTHO, YTO LIMMMNaH3e 1 yesoek Ha 99% cocTo-
ST U3 WIeHTHYHBbIX 6esikoB (King, Wilson, 1975), xoTst OTHOCSTCS K pasHbIM pojiam,
B TO BpeMsl KaK MOP(hOJIOTHUECKH HEOTIMUUMBIE JIPYT OT Apyra BUIIbI-TBOHHUKH APO-
3odusbl umeror ot 14 10 36% pasubix 6eskos (Dobzhansky, 1972). Paznuuus
B CTPOEHHH XPOMOCOM TaKxKe 0ObIYHO He CBSI3aHbI CO CTEMNeHbI0 Pa3/Induii o Mopgo-
Joruyeckum npusHakam (Charlesworth, 1990). Kpome Toro, usBectHo, 4to yem
JIpEBHEE IPyINa XKUBOTHBIX — TeM OoJiee nameHunBa ero JIHK (AntoHos, 1968; be-
Jo3epcknit, Mennukos, 1971). 9o xopoliio corsiacyeTcst ¢ TeoprUell HeHTPaNTbHOCTH
(Kumypa, 1985), HO SIBHO KOHTPACTHPYET C YCKOPEHHEM 3BOJIIOLNHM 110 MEPE YCJI0XK-
HEHHsl OPTaHU3MOB: BBIXOJIUT, YTO U3MEHUYHBOCTb I'€HOB U pa3HoOGpaske TaKCOHOB
CBsi3aHbI 06paTHOl Koppedssitiel. OTciona 3aK/IioueHre, YTo reHeTHIeCKasi H3MeH-
YHBOCTh BCET/Ia M30LITOUHA U IOCTATOUHA JIaXKe JUIsi CTPEMUTENBHOH SBOJTIOLIHH KPYTI-
HBIX MJIEKOITUTAIOIIIHX, TOTOMY CKOPOCTb SBOJIIOIUH OTIPeJIe/IsieTCs] HereHeTHUECKH -
mu pakropamu (Pachutipin, 1987). DToT B3NS TPOTHBOPEUUT Bepe CTOPOHHUKOB
CT3 B T0, uTO JYIs ONMUCAHUS IBOJOLUOHHOTO MpoLlecca J0CTaTOYHO HH(OPMAIUH
0 CTATHCTHYECKOM pacIipe/ie/leHHH TeHOTHIOB B ronyJisiiusx (JleBontun, 1978).
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3. 4. PoJib U30aumu

Cor/1acHO CHHTETHUYECKOH TeOPHH, U30AUPOBAHHAS NONYAAYUSL, 8 KOMOPYIO
He nporukaiom (a ecau APOHUKAIOM, MO He Y4ACMmBYIOMm 8 PASMHONCEHULL)
0cobu u3 Opyeux NONYAAYULL Moo e 8Uda, Heu3beHHO PAHO UlU NO30HO
npespaujaemcs 8 Hogoili 8ud, T. €. ee 0coOH YTPAUUBAIOT CMOCOOHOCTb CKPELLIH-
BaTbCS ¢ 0COOSMH «CTapOro» BUA. DTO MOJOKEHHE €CTECTBEHHO BBITEKAET U3 aK-
cuom CTI: myTaluu U peKoMOUHALIUS UIYT HE3ABUCHMO B U30JIMPOBAHHBIX MOMYJIs -
LUMSIX M B CWJy CBOEH CJlydyallHOCTH IOPOXKAAIOT pa3Hble eHOTHIbl. TpeGoBaHus
0T60Pa TOXKE XOThb UeM-HUOY/Ib pa3anyaloTcsi, HH0 He CYLIECTBYET ABYX HAEHTHUHBIX
sKocucreM. CJe10BaTe/bHO, U Pe3yJbTaT 0TOOpa J0KeH ObITh crnetupuieH. OT-
CloJla MHOTHE aBTOPbI C/Ie/Ia/Ik 3aKJIIOUEHHE O BEIylleH POJIH PENPOIYKTHBHOMN H30-
JISILIMU B ITpolecce BO3HUKHOBEHU ST HOBBIX TAKCOHOB: «HU30JIs1LIMs1 COBEPLIEHHO aBTO-
MaTHUECKH BelleT K AuddepeHldalliy BHYTPH BHAA», <HCTUHHBIM HCTOUHHKOM
BU000pA30BAHUS, HCTUHHOH MPUYHHON [TPOUCXOK/IEHUS BUJIOB SIBJISICTCS HEe 0TOOP,
a uzonsuus» (Yersepukon, 1926); «BugooGpazoBaHue 6e3 H30JISIIHA HEBO3MOXK-
Ho» (Dobzhansky, 1951); pasneneHue nonyJsitiid BO3MOKHO TOJIbKO TP HAJHUHU
M30JISILMK, KOTOpast SIBJASETCS TJIaBHbIM (DaKTOPOM BHI006pa30BaHusi, BCe JIEN0
JIUIb B HAJIMUUHU JIOCTATOUHOTrO KoJsinuecTBa BpeMeHu (Maynard Smith, 1958); uzo-
JIMPYIOLIHE MEXaHHW3Mbl UMEIOT «OIPOMHYIO BaxkHOCTb» (Maiip, 1968, 1974);
M30JISILHST CO3Aa€eT IBOJIOLMOHHYIO He3aBUCUMOCTb BHYTPUBHAOBLIX hopm (Tu-
Moees-Pecosckuit u ap., 1977, C. 89), u Tak nanee.

Ha camom JeJie, U30JidUusa He ABJIFgeTCA HHU H€O6X0ﬂl/lelM, HU 1O0CTATOYHbIM
ycJ0BHEM BHI006pasoBaHus. Hanpumep, CyliecTBYIOT CMeXKHbIe MOMYJISLMH OJl-
HOrO BUJIA, HE paselieHHble KaKUM-JIHO0 U30AUPYIOLIMM 6aphepoM U TEM He Me-
Hee He CMellMBalolllecs. DTO sBJAEHHUE TONYUUI0 Ha3BaHHE «3PQeKT apeana»
(area effect) (Cain, Currey, 1963; beperooii, 1972; SI6nokos, 1987 u mH. np.).
M3BecTHbI TakkKe PEnpoAyKTUBHO COBMECTHMbIE BHU/1bI, 061/1Ta}0ume cumnarpuye-
cku (Muller, 1986). C no3uiinii CHHTETHYECKOH TeopuH, 3PdeKT apeana oObsc-
HSIETCs IPEANOJIOKEHUEM, HTO NOMYJIAUUN NPUXOAAT B COTPUKOCHOBEHHE BTOPHY -
HO, TIOCJIE TOTO KaK y»Ke NMPHOOPEsH TOJHYI0 WM YACTHUHYIO (T. €. CBSI3aHHYIO
C MOHMKEHHOH »KHU3HECMOCOOHOCTbIO THOPUIIOB) HECKPELIMBAEMOCTh (CM. 0630p
MHeHu# B: HoBoxkenos, 1972). Eciiu »ke 0Ka3bIBaeTCs, UTO YCMELIHbIM MEXIOTY -
JIMUUOHHBIM CKPEUIMBAaHUAM HHUYTO HE TPENJTCTBYET, U OHU MNPOUCXOIST, a ruo-
puaHasi 30Ha MexKAy MomnyJisgiuusMHU BCe Ke Y3Ka, TO MPUXOAUTCH CCblIaThbCsA Ha
«HEBUAMMBIEe» (haKTOPbI HAPYLIECHHUST }KU3HECTTOCOOHOCTH THOPHIOB ( 3acaaBCKuH,
1972). Onnako, 1axe ec/iu PUHATH TaKoe 0ObSICHEHHE 3a YIOBJIETBOPUTEJBHOE,
OCTaeTCsl HEMOHSATHBIM, B CUJIY KaKUX MMPUYKUH BU/1bl, pa3ae/i€HHbIE ILpteIqZ)OM KOH -
THUHEHTOB GoJjiee 80 MJH JieT Haszall, TO-TPEXKHEMY COXPSHSIOT CBOIO 11€JI0CT-
HOCTb — Jaxke GeccsikkoBble (Protura), mouBeHHble UJIEHUCTOHOTHE CO CTOJb
MsATKUMH TOKpOBaMH, 4YTO Jid HUX HUCKJIOYEHA BCsKast BOSMO2KHOCTb MI/II‘paI_ll/lﬁ
uepe3 okeaH (Pacuuupiz, 1987). OueBumHo, 3BOJIOLIUOHHAS CAMOCTOSTENbHOCTD
HOI‘[yJ’IHU,HﬁI, C O[LHOI;'I CTOPOHbI, HE SIBJISCTCS HEMNOCPEACTBEHHBIM PE3YJbTaTOM HUX
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PENpOAYKTHBHOH U30JIMPOBAHHOCTH JPYT OT IPYTa, a C IPyroi CTOPOHbI, He CTHpa-
eTcs MpH oOMeHe reHaMHU MeKly HUMH.

Heo6X0aMMO OTMETHTD, UTO K TAKOMY K€ 3aKJIIOUEHHIO MOXKHO MOJAOHTH U Ha
ocHoBe cuHTeTHuecKol Teopuu. Tak, A. I Kpecnasckuii (1987) pacemoTtpest poJib
MeXXIMOMyJSLMOHHOr0 00MeHa reHaMM Y BHIOB C JaOWJIbHOH M KOHCEPBATHBHOH
CTPYKTypoOH nomnyasiuuii. B nepByto kaTteroputo BXoAST OPraHu3Mbl C JA0JTOBEYHBI-
MH MeCTOOOUTAHUSIMU (HaNpUMep, AeTPUTO(ATH U MOUBEHHbIE }KHBOTHbIE ); BO BTO-
pyto — 0oOHTaTeNM MeJKUX BPEMEHHBIX BOJIOEMOB W BHYTPEHHHUX TKaHeill rpuOOB,
(pyKTOB, JIMCTbEB. BUIbl ¢ KOHCEPBATHBHON CTPYKTYpPOH MOMYJSILHMA He CKJIOHHbI
K MHUI'pPaLUsIM, TOITOMY Y HUX OOMEH reHaMH JaxKe MeXKIy COCEIHUMH MOMyJIsILIUs -
MU He3HauuTeJsieH. Y BUIOB C JJaGUILHOH MOMYJISIIIMOHHON CTPYKTYpOil 06MeH reHa-
MH 00blYeH, HO MaJslo 3peKTUBEH KaK (aKTop, MPensaTCTBYOLMI IUBEPreHIHH 110
Habopy PelKHX ajuiesiel, MOCKOJbKY MHUIPALUs SIBJISETCS TOBEAEHUECKOH HOPMOH,
U TIOMyJISILMK OOMEHHBAIOTCS B OCHOBHOM HOPMaJIbHBIMH LLIMPOKO pacrpocTpaHeH-
HbIMH aJiessimu (Kpecnasckuit, 1987).

BbiBo 60JILILIMHCTBA CTOPOHHUKOB CUHTETHYECKOH TEOPHH O I0CTaTOYHOC-
TH H30JISIUMH Y151 BUIOOOPA30BaHUS! BIIJIOTHYIO IPUMBIKAET K YTBEPKAECHHIO HEO-
JIAPBUHUCTOB O TOM, UTO 3BOJIIOLMS TAKCOHOB HIET MOCTOSIHHO, J1aXKe ecJli cpella
obutanus He uamensiercst (Wright, 1931; Cepe6posckuit, 1973, ¢. 155; llIHoJb,
1979). 910 n0/KHO GLITH CMIPABEAINBO, UCXOJS U3 TeX »Ke CooOpaKeHUH: MyTa-
LMOHHBIH Mpoliecc U peKoMOMHALUs HenpepbiBHbI. [TocTOSIHHO A€HCTBYET W OT-
60p: BBIKHMBAET JIMLIb HeGOoIblIas YaCTh MOTOMCTBA JIDOOH NMapbl 0coOe I Of1-
HOH TapTeHOreHEeTHYEeCKOH CAMKH, M3 BBIKMBILUHMX JIHIIb €IMHHILBI MPUHUMAIOT
yyacTHe B JasibHellieM pa3MHoKeHHH. OHAKO 3TO yTBEepKIeHHE TPOTHBOPEUUT
orpoMHOMY nasieoHTosiorndeckomy Matepuady (Eldredge, Gould, 1972; Stanley,
1975): pa3 BO3HHKHYB, TAKCOHBI B TeUeHHe OUeHb JOJTOr0 BpeMeHH TpebhiBaIoT
B HEM3MEHHOM COCTOSIHMM — cTa3uce. JJIMTe/IbHOCTb cTa3uca npeBblllaeT AJ1-
TeJIbHOCTh COOCTBEHHO 3BOJIIOIIMM Ha HeCKoJibko mnopsiikoB (Paytnan, 1988).
DTo NpaBUIIO CTIPaBEAINBO HA JIOOOM TaKCOHOMHYECKOM YpPOBHe, HO HauboJee
SIBHOE MPOTHBOpEUME MPEACTABJSIOT «:KHBble HCKOMaeMble» — BHJIbI, HE 3BO-
JIOUPYIOLLIMe MHOTME MHJUIMOHBI (MHOMAA COTHH MWIJHOHOB) JIET (CM. CIHUCOK
npumMepoB B: [IImanbraysen, 1969, c. 61; Stanley, 1975; Pacuuupin, 1987, c. 53;
[panT, 1991, c. 312; Tunsipos 1985).

3. 5. JIMHAMMKA YUCJEHHOCTH

[To CHHTETHUYECKOH TEOPHUH BOJIIOLMH, KOACOAHUS HUCACHHOCMU NONYAS -
yutl JOANHCHOL CONPOBONCOANMBCA IBONIOYUOHHOIMU UMeHeHuamu (cM. Tumo-
theeB-PecoBekuii v ap., 1977, ¢. 62—72). Bce npupoHbie NONyJIsILHY TpeTeprie-
BAIOT TepHOJMUeCcKre (QJYKTyallld MJIOTHOCTH. B HauGosiee sipkoil dopme 310
MPOSIBJISIETCST BO BPEMST MACCOBOTO PA3MHOYKEHHSI: TIEPHOJIbI CMajia, KOra He Bbi-
JKHUBAET MOUYTH HUKTO, CMEHSIIOTCS OJIarONpPHUSITHBIMU MEPHOJAMH, KOTJIA BbIXKHMBA -
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10T efBa Jiu He Bce (Elton, 1936). Takue ycioBusi M03BOJISIIOT CBOGOHO MPOSIBUT-
csl BceM (pakTopaM 3BOJIIOLKH, HA KOTOPbIX OCHOBaHA CHHTETHYECKAsl TeopHsl: (ha-
3a poCTa CONMpPOBOXKIAETCS NPAKTHUECKH OeCnpensaTCTBEHHbIM YMHOXKEHHEM pas-
HOOOpa3HbIX TeHOTHUIOB, KOTOpble 3aTeM MpeACTaloT Mepej CHJbHEHLINM
ecTecTBeHHBIM 0T60opoM. CJieIoBaTENIbHO, <IyJIbCallid YHCIEHHOCTH BUIA HE MO-
ryT ObITh 6e3pas3/MyHbl A5 FeHOTHIIMUECKOro coctaBa nonyJasuuii» (Bopouuos,
1980), u BbickasaHo npernoJioyKeHre 06 afanTHBHON 3HAUUMOCTH BCIIbIIIIEK Pa3-
mHokeHusi (Poxkos, 1981).

[To3TOMY C TOUKH 3peHHS] CHHTETHYECKOH TEOPHH HEMOHSATHO, MOYeMy 110 CHX
0P He 3apernCTPUPOBAHbI CJIydan BOJIIOLMOHHBIX H3MEHEHHH, BbI3BAHHbIX BOJIHA-
mu yncseHHoctH (Pachuipin, 1987). Mimeercst simib ogHo coobliieHne 06 yBesu-
YeHWU M3MEHUMBOCTH BO BPEMsl MACCOBOTO PA3MHOXKEHHSI: BbICOKAs YHCJEHHOCTh
JiHeBHOU 6a6ouku Melitaea aurinia B 1920-x rojax cornpoBoKianach Ype3Bbluaii-
HOU M3MEHYMBOCTbIO OCOOEH — ¢ TPYIOM MOXKHO ObLJIO HAUTH JIBA MOXOXKHUX IK-
3emmuisipa. Benbliika pasmHorkenust atoro xe Buaa 30 ronamu paHee npoxoausa Ha
thone npeobaananusi o6biaHoro AuKoro tuna (Ford, 1950, 1964 ). Hopmanbhas uz-
MEHUYMBOCTb TaKXKe XapakTepHa JYIsl PACTYLIMX MOMYJsLMA MHOTHX BUIOB HaceKo-
MbIX, IpbidyHoB U nitull (Ford, 1964 ). 910 Tem GoJiee cTpaHHO, YTO MHOTHE XO351H -
CTBEHHO 3HAaYHWMble BHbI SIBJSIOTCS 00bEKTaMH MNPUCTaJbHOrO HabJI0AeHHS
1 U3y4eHHMs B TeUEHHE JIECSTKOB M COTEH JIeT: JiloOble (DEHOTHUIHYECKHE U3MEHEHHS
TaKUX BUJIOB HE MOTJIM OCTaTbCsl He3aMeUeHHbIMH.

3. 6. [TOBTOPHOE MPOUCXO)KJIEHUE TAKCOHOB

M3 noctynaToB CUHTETHYECKOH TEOPUH IBOJIIOLUH CJIEyeT, YTO O0UH U Mom
gice 8U0 He Modcem npousotimu 08axcobl 8 CULY CAYHALHOCMU NPOYECCO8, On-
peodessouux BO3HUKHOBEHUE 2eHO8 U UX COYemaHuli. DTOT BbIBOJL JIEKHT
B pycJie KJaau3mMa — MonyJisipHelllero HanpasJjieHHsl CHCTeMaTHKH, KOTOpoe pac-
CMaTpUBAET IBOJIOLMIO UCKJIOUYHTEJNbHO KaK AMBEPreHTHBIH (BeTBSLLMICS) Npo-
Lece, He CUMTasi TAKCOHOMHYECKH 3HaYMMbIMHU HH HaTlpaBJjieHHe, HH CKOPOCTb 3BO-
JIOLLMOHHBIX H3MeHeHWH. Mneosioruss Kiaiuama LeJHKOM T[OKOMTCS Ha
CUHTETHYECKOH TEOPHH: BHIOM CUHUTAETCSI COBOKYIHOCTb 0COO€ei, UMEIoLIUX 00-
LLLyI0 FeHeaJloTHIo W CKpellBaroluxes Mexay cobod (reproductive community);
BUJ/Ibl 00PA3YIOTCSl UCKJIIOUUTENLHO MyTeM pasielieHust MpexK/e OAHOPOAHbIX CKpe-
LIMBAIOLIMXCSl COBOKYIHOCTEH; TaKCOHOMMYECKMH paHr MoxKeT ObiTb MPHCBOEH
TOJIbKO MOHO(DHJIETHUECKO TPYTIIe, T. €. TAKOH, BHBI KOTOPOH 60oJiee POICTBEHHbI
MexkIy co6oH, ueM ¢ Jio6biM IpyruM Buaom (Hennig, 1965). 91w nonyuieHus cie-
JlasI KJIAUCTUYECKUH METOJ JIETKO JOCTYIHBIM /Il pacyera TMIoTeTHYeCKUX (hH-
JloreHuit. Jlerkoctb B o6palleHud — Ha MOH B3IVISL, €IMHCTBEHHOE, YeM MOXKHO
00BSICHUTL CBEPX-TONYJISIPHOCTL Kaanuama. C Apyroil CTOpOHbI, yIpOLLEHHs Mo-
CTaBHJIH TOJI BOTIPOC aJIeKBATHOCTb BCero MeToj1a (M., Harnpumep: Bigelow, 1958;
Maynard Smith, 1983b; Pacuuubin, 1983, 1992).
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OnHako Hac HHTepecyeT ceiyac He 0Olasi KPUTHKA KJIaAM3Ma, a BO3MOXK-
HOCTb MOBTOPHOTO BUI006Gpa3oBaHusi. FImMeroTest ocHOBaHWsI 1oJ1araTh, 4To OHO pe-
aJibHO. B mpakTHKe pacTeHHEBOICTBA U3BECTEH Psifl IPUMEPOB T. H. < PECHHTE3a»
KYJILTYPHBIX BHIOB: B CJIy4asix, KOTJIa TO HJIH HHOE KYJIBTYpHOe pacTeHHe ObIIO Bbl-
BeJIeHO B JIONCTOPUUYECKOE BPEMsl, TaK UTO ero AMKOpacTyIlfe NMPeIKH OCTaBalnCh
HEM3BECTHBI, 3TO KYJBTYpPHOE pacTeHHe GbIIO TIOJyUeHO B HALY 3MOXY MyTeM THb-
PUIM3ALMH U CeJIEKIUH OTIpe/lesIeHHbIX JUKUX BUIOB (cM. mpumepsl B: Huxley,
1943; Dobzhansky, 1951; Boponuos, 1980). Jlaxke co ccblKo# Ha orpaHHueH-
HOCTb MyTallHOHHOTO MPOLeCca OCTAaeTCsl HEMOHSITHBIM, Kakhe (DaKTOPBI O3BOJIH-
JIU TIOJTYYUTh KOTIHIO TeHOMA Y2Ke HMEBILIMXCs] KYJIbTYPHBIX PACTEHHE 3 TEHOMOB MX
TpejroJiaraeMblxX MPEIKOB Yepe3 COTHH U THICUH MTOKOJIEHHH PasiesIbHOTO MPOU3-
pactanusi. AHaJIOTHUHBIM 06pa30M, HEKOTOpbIEe IOMAIIIHHE YKHBOTHblE — HATpH-
Mep cobaka, — BO3MOXKHO, BbIBEJIEHbI HE3aBUCHMO Ha Pa3HbIX KOHTHHEHTAX eCJH
He M3 pasHbIX UCXOAHbIX BUIOB ([apsun, 1951, ¢. 123, 134, 169), To U3 pasHbIX
TOMYJISILMI TIPEIKOBOTO BHJA, CXOJHOTO C COBPeMeHHbIM Iakasom'. Bo BcsikoM
cslydae, UMelolIfecs JaHHble He OTPULIAIOT MPENOJOXKEHHS O TIOJMUPUIHN COOAKH,
BbicKazaHHoro JlapsuHom B npotiom crosietuu (Fox, 1978; Clutton-Brock, 1987,
Vila et al., 1997). D10 ke npennoso:keHue apryMeHTHPOBAHHO MOJUIePKUBAET
Koupan Jlopeni (1971), K MHEHHIO KOTOPOTO, HA MOH B3TJIsI, CJEIyeT MPHUCIY-
IAThCS B TIEPBYIO OUepe]ib.

HaunGoJsiee HeBepOSTHBIM C TOUKH 3pEHHsT CHHTETHUECKOH TEOPHH BBINVISIIUT
ot U3 peayasratoB omnbita [. X. [Hanoumunkosa (1961, 1965, 1966; Shaposhnikov,
1981, 1984), e tmw Dysaphis anthrisci majcopica Shap., B npupojie 06bIUHO
BCTpeuarolyecst Ha Kynoipe Anthriscus nemorosa, Gbuty TepeHeceHbl Ha GyTeHb
kay6HeHocHblit Chaerophyllum bulbosum — pacteHue, Ha KOTOPOM 3TOT BUJL TJIEH
penko BcTpeuaeTces B npupoge. [locsie HeCKOJILKHX TapTeHOreHeTHUECKHX TTOKOJIe-
HUH T/ aIaNTHPOBAJIUCE K MTUTAHUIO THM MaJIO MPUTOHBIM pacTeHHeM U ObLIH Tie-
peHeceHbl HAa Chaerophyllum maculatum — GyTeHb NATHUCTBIH, KOPMUThLCS HA KO-
TOPOM OHM ObUIM paHee He CMOCOOHLI. B uTOre 3KCrepuMeHTasbHAst TOMYJISIUS
B TeyeHre 10— 15 nmokoJieHHil He TOTBKO MPHUCTIOCOGUIACE K aGCOJTIOTHO HOBOMY pac-
TeHHIO-X035IMHY, HO ¥ H3MeHHJIaCh MOP(OJIOTHIECKH, 06peTsT (heHOTHITHIECKOE CXOMI-
ctBo ¢ Dysaphis chaerophyllina Shap. — BUIOM, KOTOPbIH B €CTECTBEHHBIX YCJI0-
BHSIX TTUTAETCS Ha MSITHACTOM GYTHe.

Akcnepument [ X. lllanouHrnkoBa npoxoaua B OTCYTCTBHE TOJIOBOTO pas-
MHOKeHHst. OHAKO, KOTJa B KOHIIE OMbITa GbLIH MOJy4eHbl TT0JOBbIE 0COOH, TO
0Ka3aJIoCh, UTO IKCIepUMeHTaIbHas onyJsiiusi D. anthrisci o6pena cioco6HOCTD
CKpelllMBaThcsl 1 06pa3oBbIBATh cMelllaHHble nonyssiiuu ¢ D. chaerophyllina; w3
SIUL, OTJIOKEHHBLIX OTJIOJIOTBOPEHHBIMH CAMKAMH, BBIILIH JHYAHKH, CIOCOGHbIE
K JlasibHEHIIIeMy PA3MHOXKEHHIO U MPEANOYUTABILIME MUTATbCS OyTHEM. B pesyJibra-

* [TpennoJsioxkeHHe 0 MPOUCXOKIEHHH COOAKH OT IMHIO MeHee OCHOBATeJIbHbI: aBCTpa-
JIMICKHUE IMKHe COOaKH UMEIOT TMPHU3HAKH JIOMAILHUX XKUBOTHBIX H, 110 BCEH BHAMMOC-
TH, TIPOUCXOJSAT OT BTOPHUHO OJUYABIINX (DOPM, MPEIKH KOTOPBIX OblJIH 3aBe3eHbl Ha
KOHTHHEHT TIpeJIkaMu coBpeMeHHbIX abopureHos (Jlopeni, 1971).
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Te KCIIEPUMEHT MPUBEJ He MPOCTO K IUBEPTeHIINH U MOSIBJIEHUIO HOBOTO BHJIA, Ue-
0 MOKHO 6bIJ10 6Bl 0XKHIATD, Hexoast U3 akeroM CT3, a Ko BTOpHIHOMY BO3HHKHO-
BEHHIO BHJIA, TIPEXKIe yXKe CyllecTBOBaBlIero B npupoje. [lockonbky D. chaero-
phyllina v sxcnepumenTtanbHas nonynasuus D. anthrisci TpeCcTaBJsiOT pa3Hble
reHeajiorHyecKue JIMHAM, TO B COOTBECTBHUH C METOOJIOTHEN K/Iafu3Ma OHH J0JIK-
Hbl GBITh OTHECEHDI K PA3HBIM BHJIAM; OIHAKO OHH CKPEIMBAIOTCS U IAIOT MJIOJI0BH -
TOE MOTOMCTBO — a 3TO IJIABHBLIH KPUTEPUH BHIA, MPHUHSATBIA HeOXapBHHU3MOM.
[Tostyuaercsi, 4To pasHble CJEACTBHSI, BbIBEIeHHbIE U3 CHHTETHUECKOH TEOPHH, TPO-
THBOpEYaT JPyT IPyTYy.

Pestomupyst conepKaHue 3TOro pasyiesia, cjieiyeT 3aK/IOUUTh, YTO PsiJl BBIBO-
JIOB, JIOTHYHO BBHITEKAIOUIUX H3 TOCTYJIATOB CHHTETHYECKOH TEOPHH 3BOJIOIMH,
MPOTHBOPEUNT NEHCTBUTENBLHOCTH.

3. 7. OBbSICHEHUS AD HOC

HecomHeHHO, 4TO Ha NPUBOAMMYIO 3/1eCh KDUTHKY MOXKHO 0TBevath. Cyliect-
ByeT J1Ba 0ObIYHEHLINX OTBeTa. Bo-1MepBbIX, CChl/IKA HA HE3HAHHE: pedb HIET O (e-
HOMEHAX, KOTOpble 10Ka He UMEIOT YIAOBJIETBOPUTELHOIO 0ObSICHEHHUS € MTO3ULUI
o0LLenpuHATON Teopud. TIpuHUMaTh Takol OTBET WJM HET — JeJo BKyca (Kak
B TaKHX CJIy4asiX FOBOPSIT HEOAAPBUHHUCTbI, «3aBUCHUT OT reHoTHNA» ). OIHAKO HEe/l0-
CTaTOK HH(OPMALMK — Xopollee olpaBlaHue Jisi HOBOPOXKIAEHHOH TEOpHH,
a CT3 nacuursiBaert y:ke 6ogiee 70 JieT.

Bo BTOpBIX, Jt060€ U3 BbICKA3aHHBIX POTHBOPEUYHH MOXKET ObITh OCIIOPEHO
NoCPeCTBOM rHNoTe3bl ad oc, CKOHCTPYMPOBAHHOH CielHaibHO /151 00bsICHEHHS]
JIAHHOTO TIPOTHBOPEUHS: CKOJILKO BO3PaKEHHI — CTOJIbKO OTBETOB, [PH TOM, YTO
CaMH OTBETbI JIOTHYECKH He CBSI3aHbl ¢ OCHOBHBIMH MOJIOKEHUSIMH TEOPUH, a €CJH
CB$I3aHbl, TO He UMEIOT [TOATBEP2KACHUH U SIBJSIIOTCS He 6oJiee YeM NPE/Io0KeHH -
siMu. B cuHTeTHYecKol Teopuu (Kak, COGCTBEHHO, B Jil0OOH HayKe ) MPUHSITO BBO-
JIUTb JOTMOJIHUTENbHbIE TTOHSITHS, KOTOpble caMH N0 cefe He CJIeIYIOT U3 IVIaBHbIX
nocry/aroB. Hanpumep, heHOMeH BOJIIOLIMOHHOTO CTA3UCA HEOAAPBUHUCTHI 06b-
SICHSIIOT HAJMYHeM MOP(OreHeTHIeCKUX U MOP(O - PyHKLIHOHAIbHBIX OrpaHUYeHHH
(developmental and morpho-functional constraints) (Lande, 1980; Charlesworth
et al., 1982).

B kauectBe npuMepa Mopo-hyHKIHOHATLHOTO OrPAHHUEHHST MOXKHO MTPHUBe -
CTH yTpaTy NaJiblieB HAa KPbLIbSIX MTHL: Pa3BUTHE Kpblia MpeBpalliaeT MaJjblipl
B Gecriosie3Hble MPUAATKH, TojIexKaline peayKiunu. Mim npumep MopdoreHetHye-
CKOT0 OrpaHHY€eHMs: BO BCeX IpyIax Mo3BOHOUYHbLIX OT pblb J10 YeJloBeKa BCTpeya-
I0TCS IByIVIaBble «MYTAaHTbI», @ TPEXIVIABbIX NMPAKTHYECKH He OblBaeT (M3BECTHO
JiulIb 2 6oJiee-MeHee 10cToBepHbIX ciydasi) (Alberch, 1989) — onTorenes nosso-
HOYHBIX >KHBOTHBIX He criocobeH copMUpOBaTh IpakoHa. Mnest orpanuyenuii co-
BEPLIEHHO eCTeCTBEHHA: OPraHu3M MOXKeT ObITh 1pe06pa30BaH JIMLIb CPABHUTEJIb-
HO HebGOoJIbIIMM YHUCJIOM CNocoGOB, KOTOPble OMNpEeNEeJsoTCs CTPOEHHEM
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¥ XapakTepoM pasBuThsi opranuama (Wake, 1982; Roth, Wake, 1985). OtkJ/oHe-
HHE OT CTaHAapTa, ONpeLeJssIeMOro Kax/pM cnocoboM 1npeobpas3oBaHusi, COMpsi-
JKEHO C HapylleHHeM JeHHUTHBHBIX H/H/IH 3apO/IbIIIEBbIX QYHKLHMI, H MO3TOMY
3arpelleHo oT60poM. B custy MHOrouHc/IeHHbIX 3aMTPETOB XKHBbIE CylLeCTBa N0106-
Hbl B MaTeMaTHYECKOM CMbICJ/Ie: HX MOpP(osorHieckie 1 PU3HoJIOrHuecKre noKa-
3aTeJsIl 2KEeCTKO CBSI3aHbl ONpeJe/ieHHbIMH aJuIOMETPHYECKUMH 3aBUCHMOCTSIMH,
KOTOPbIM TMOCBsillleHa oOiupHeiast autepatypa (HauuHasi ¢: Osborn, 1925;
Huxley, 1932; D’Arcy Thompson, 1942).

C nomolpbio orpaHUYeHUH MOXKHO MPaBAONoA0OHO 00BICHHTD KaK CTa3uc,
TaK U €ro YacTHbIE Cy4ad — OTCYTCTBHE 3BOJIOLMH PH HAJTUYHUHU U3OJISILHH (CM.
CaienictBre 4) W TP pe3KUX KoJieGaHUSX MJIOTHOCTH MOJYJsSIUH (pasnen 3.5),
a TakkKe napadguiernyeckoe (MOBTOPHOE) MPOUCXOXKAEHHE TAKCOHOB (paszed
3.6) 1 naxke ycKopeHue BOJIIOIMH M0 Mepe YCJI0KHEeHHsT OpraHu3moB (paszen 3.1
1 o6bsicHenue B: PachuupiH, 1987). Ho ecsin Tak, To Teopust 3BosoLUH, 4TOObI
ObITh COCOGHOH OOBSCHUTH MOPQOJIOTHIO, MYTH W MPUUHHLI €e U3MEeHeHHH,
JI0JKHA OBbITh M3JI02KEHA Ha 513bIKEe OPTaHM3MOB, a HE T€HOB (3TOT Te€3UC MOCTOos-
HeH B pa6otax Oc6opna: cm. Osborn, 1932, u ap.). [To cytu, mopdoreHetnuec-
Kue U Mopdo-pyHKIHOHAJbHbIE MEXaHU3Mbl HE JIOJIXKHbBI pacCMaTpPUBaThCS BCEro
JMLb Kak orpaHnyeHust. [1ockosibKy HMEHHO 3TH (paKTOpPbl ONPEAEISIOT CTPYKTY-
pY NPOCTPAHCTBA BO3MOXKHOCTEM, B Mpejiesiax KOTOPOro «MyTellIeCTByeT» 3BO-
JIIOUPYIOLLIMH OpraHu3M, TO T€OPHs IBOJIOLMH A0JKHA ObITb OCHOBAHA Ha ITHX
MexaHu3Max, TOrJa Kak HeoJapBHHH3M OTHOCHTCSl K HUM KaK K 4eMy-TO MOCTO-
POHHEMY.

B 1o xxe Bpemsi, co6eTBenHbIN 136K CTD caniiikom GelieH: Ha HeM HeJlb3sl
xoTs1 Obl copMyJMPOBATh Aa)Ke HauboJjiee OUeBMAHBIE BOMPOCHI, HHTEPECYIO-
e 6uosioros. Hanpumep, nouemy He ObIBA€T MO3BOHOUHBIX — CTOJIb XK€ CIle-
[MaJIM3UPOBAHHBIX repMadpoauToB, Kak HekoTopble mMoJuttocku (Waddington,
1967)? ITouemy HazeMHble MMO3BOHOYHbIE UETBEPOHOTH, a HACEKOMble GeraiT
MOYTH HCKJIIOUUTENbHO Ha 1lecTH KoHeuHocTsx (Gans, 1981)? [Touemy Het Ha
cBeTe (POTOCUHTE3UPYIOIIMX aKTUBHO MepeMeLIaloLInXes CYLLeCTB (eC/M He CUH-
TaTh HEKOTOPBIX NMpocTteiiinx) (Waddington, 1967)? [Touemy Ha AdpHKaHCKOM
KOHTHHEHTe 0OUTaeT OKOJIO COTHH TOJIBKO COBPEMEHHbIX BUIOB Pa3HO0OPa3HbIX
antusion, a B CeBepHoiit AMeprKe MpH HAJMYHH OGIIHPHENIIINX TPABSTHUCTBIX 11€ -
HO30B — HauboJiee XapaKTepHOH YepTbl aaNTUBHOH 30HbI AHTHJION — B Hallle
BpeMsl XKMBET TOJBbKO POJACTBEHHBbIH UM OH30H? [loyemy cpemn cymuaTrbiX HeT
3ePHOSIAHBIX POPM, H U3BECTHO JIHILb 110 OHOMY MOJYBOAHOMY H TE€PMUTOSIAHO-
My Buay? [TonpoOyfiTe BbIPAa3UTh TO 2Ke, UCIIOJb3Ysl TeHETHUECKYI0 TEPMUHOJIO-
THIO0 HeolapBUHHU3MA.

Ha Bcto 3Ty KpUTHKY MOXKHO BO3Pa3HTh, UTO CUHTETHUECKAs TEOPHUSI aleKBaT-
HO OMUCHIBAET AMHAMUKY aJaTHBHOIO MOJUMOp(HU3Ma B MOMYJASLMSX, Cle10Ba-
TeJIbHO, OHA O0T4YacTH BepHa. JleHCTBUTENbHO, C MOMYASLMOHHON OHOJIOrHel CBsl-
3aHbl ocHoBHble ycriexu CTOD. Bwmecre c Tem, cyliecTByeT HeTpHBHaJbHas
unTepriperauuss 3tux ganHubix ([umknn, 19886). Bosbmem xpecTomaruiinbiii
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npUMep: 1ocJjie U3MeHEeHHsT Cpejibl OOUTaHUsl TEMHO OKpallleHHble 0COOH BbIT€CHHU -
JI U3 MOMyJIsiiE 6epe30BoH TNsiIeHUIIbI CBETIILIX 6a60ouek (CM. JI060H yueHGHUK Mo
Teopuu 3BoJolUK ). [Tosarator, 4yto 370 W 6blia 3BoJoLKs. OLHAKO Npexe UeM
o7iHa popMa YaCTHUUYHO 3aMeCTHJIA IPYTylo, OHa 0JKHA Oblaa npou3oitH (LLInu-
kuH, 19886). D10 3BOMIOIMOHHOE U3MeHEHHe — MPOIlecC MPOUCXOXKIEHHUS TEM-
HOH (hOPMbI TISAEHULBI — KOTJa-TO COCTOSIOCH U OCTaI0Ch He3aperucTpUpoBaH-
HbIM. OTMeyeHHOe Tocje 3TOr0 HW3MEHeHHe 4YacTOT BCTPEeYaeMOCTH 3apaHee
chopMHUPOBAHHBIX (DEHOTHIIOB CKOpee CJelyeT paccMaTpUBaTh Kak roMeocTas Ha
YPOBHE MOMyJISILMK: UMeeTCsl 1Ba Pa3M4HbIX (peHoTHNA, alanTHPOBaHHbIE K pa3-
HBIM HHLLIAM; [TPU CMEHE YCJOBUH CYLIeCTBOBAHUS MONYJISILUS MJIaBHO M€PEXOIUT
Ha COOTBETCTBYIOLLEE COOTHOLLEHHE (PEHOTHIOB.

HauGosee sicHyt0 HIIOCTPALMIO MOMYJSILLMOHHOTO TOMEOCTasa JlaeT Apyroh
KaHOHHUYECKHH pe3yJibTaT — Ce30HHble KoJieGaHUsl COOTHOCUTEbHOH YHCIEHHO-
CTH UEPHBIX ¥ KpacHbIX KOpoBoK ( Tumodeen-Pecosckuii u ip., 1977). Bnaronaps
TOMY, YTO KpacHble 0co6H GoJiee X0JI0I0yCTOHYUBEI, a YepHble GoJiee MJ0L0BUTDI,
B MOMyJISILMK CYLLLECTBYET pasesieHHe Tpy/a, M MOBbILIAETCS YCTOHUMBOCTD K JIeH -
CTBHUI0 HeGJ1aronpusaTHbIX akTopos. [IpeobpazoBanue yacToT AByX (GOPM MOJHO-
CTBIO MONAAAET MOJ MOHSTHE IBOJIOLUMH, KaK ee TPaKTyloT cTopoHHHKH CTI.
B 1o ke Bpemst 10BOJILHO OYE€BHHO, YTO 3TOT MPOLLECC HE CO3/1aeT HUYEero HOBOro
1 y2K€ B CHJTy 3TOI0 9BOJIIOLIMOHHBIM CUMTaThesl He MoxKeT. Hacrosiuias »xe 3BoJto-
M5l 3aBeplIMIach B MCTOPHH BUA MOSIBJECHHEM YEPHBIX M KPACHBIX (DeHOTHIIOB.
[TosTomy Ha npumepax IMHAMHUKH MOJUMOpP(HU3MA CHHTETHUECKas TeopHsl pac-
CMaTpUBAaeT He MPOUCXOXKIEeHHe, a JIMLb NPoLece NOePKaHUS afanTaluli, npu-
4yeM TaKMX NPUMEPOB JOBOJILHO MHOTO: HaJHuKe MoJUMOp(HU3Ma OTpaXKaeT MpH-
Cnoco6JIeHHOCTb MOMYJSUHUY K HEOJAHOPOAHBIM YCJOBHSAM CYLIECTBOBAHUS
(Baltensweiler, 1970).




[TIABA 4. IPUYHUHA HEAJIEKBATHOCTHU
HEOJAPBHUHH3MA.
9BOIIOIIMA BE3 BEMCMAHA

CHHTeTHUECKOI TEOPHUH He XBAaTAET COTJIACHsl CO MHOTUMH pasjiesiaMu 610J10-
ruu. B CTO coBeplieHHO HET CKOJILKO-HUOY/IL pa3dpaGoTaHHON CUCTeMbl O6LIUX
9KOJIOTMUECKUX TIOHSITUH, U CUMTAETCsl, YTO cOOOUleCTBA M3MEHSIOTCS JIMLIb MO-
CTOJIbKY, TIOCKOJIbKY 9BOJIIOUPYIOT COCTaBJIsiiolIMe UX BUjibl (Mait, 1981). Henapom
J1a2ke MOHOTpaUH 10 SKOJOTHH MOTYT OTKPbIBATbCS U3/10KEHHEM OCHOB FeHETHKH
nonyJsiuui (Cnypp, bapuec, 1984).

Y CHHTETHUYECKOH TEOPHH HET COTJIACHsl U C MaJieOHTONIOTHEH: UCMoJIb3yeMast
TEopUel MoJeJib MOCTENEeHHOH 3BOJIOUMH MOUYTH HE MMeeT MasleOHTOJIOTHUECKHX
noarBepxxkaenuii (Gould, 1977; Stanley, 1975). [1aneonrosioru HecripocTa cocTaB-
JSIIOT HauboJiee TPAJIMLIMOHHYIO OMMO3ULIMIO HEOIAPBUHU3MY, KaK JI0 HEro — J1ap-
BUHU3MY W BOOOlE TPaHCHOPMU3MY (KPOME yxKe LIMTHPOBAHHBLIX paboT CM., Ha-
npumep: Cope, 1887; Osborn, 1926; Schindewolf, 1950).

3arteM, HEOJAPBUHU3M CUMTAET BUAAMHU TOJIBKO T€ IPYIIbl 0cobel, KOTOpble
npuberaioT K rnosoBomy paamuoxenuto (Dobzhansky, 1935, 1972); sBoJiouus
MPOUMX He paccMaTpUBAETCs], XOTS apTeHOreHeTHUECKHE XKUBOTHbIE Upe3Bblyail-
HO MHOTOUMCJIeHHbI U pa3dHooOpasubl (Tuisipo, 1982), a y pacrenuii Gecrnosioe
Pa3MHOKEHHE BCTPEUAEeTCs €/1Ba JIM He yalle, UeM M0JI0BOe.

OnHako Ty1aBHbIE U OOLIENPU3HAHHBIN HEJIOCTATOK CHHTETHYECKOH TEOPHH —
3TO OTCYTCTBHE B Hell SMOPHOIOTHUECKUX KOHLIENUMH. 3ananHble GHOJI0rH HarpaBJisi-
IOT CBOM yCHJIHS HA 0O beiHeHEe GUOJIOTHH Pa3BUTHS M HeOapBUHU3MA 63 KAKUX-JIH-
60 TIOMNbITOK MEPECMOTPETb €0 OCHOBHbIE MOJIOMKEHHUS (CM. MOHOTPA(UH MOC/EHNX
Jet: McKinney, McNamara, 1991; Hall, 1992; Jablonka, Lamb, 1995; Rollo, 1995).

TpyaHo 0xKUIaTh, UTO MOMBITKH PACPOCTPAHUTh CUHTETHYECKYIO TEOPHIO Ha OHO-
JIOTHIO PAa3BUTHS1 KOIJIA-JIM0O0 yBeHUatoTest yerexoM. CoelMHeHue STHX IBYX HayK B PHH-
uurie HeBoaMOxKHO (Shishkin, 1992). TTostomy cuHTeTHuecKast Teopust BOOOLIE HU CJIO-
BOM He yroMHHaercsl B HanbGoJsiee HOBATOPCKOH W KOHCTPYKTHBHOH MoOHOrpacuu mo
sBositolid Mopcoreresda (Raff, 1996). [IpuunHa HeCOBMECTUMOCTH JOMHHHPYIOLLIEH
9BOJIIOLMOHHON TEOPUH C OUOJIOTHEN PA3BUTHSI KPOETCS B TOM, UTO 9TH HAYKH HUCIIOJIb3Y-
IOT JIB€ MOJIEJIH, JIBA PA3JIMYHBIX B3IVIsiIa HA OHTOTE€HES, U 3TH B3IVISIIbI TPOTHBOIOJNOKHDI.
YHOMSsIHYTbIe MOJIE/IH OHTOre€He3a Ha3bIBAIOTCS TEPMUHAMU 1PEPOPMUIM U FNUEHES.

[Ipedpopmuam — 3TO MoJIeJ/Ib PA3BUTHSI, CONJIACHO KOTOPOH B3poc/asi 0coOb
npedobpazosana B TOJNOBBIX KJIETKAX, TaK YTO OHTOTeHe3 €CTb JIMLIb MpoLece
NposiBJieHUsl 3apaHee cyllecTBylolux 3anatkos (Maiip, 1974). Tlpedopmusm
B OGuoJioruun accouunpyercsi ¢ umenem [lapssi bouns (Bonnet, 1773), kotopbiii
cuMTall, YToO B fAiiLe yxKe cPOPMUPOBAH OPraHu3M, U €My OCTAeTCsl TOJbKO Bblpac-
TH. Kak yxKe ynoMiHanoch Bo BBeIEHHH, Uiiesl TpeopMU3Ma MOATBEPKAAETCS 10~
CTOBEPHBIM, HO OUeHb YACTHBIM (PaKTOM — SMOPUOHAJIbHBIM PA3BUTHEM TJIEH.
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Ecau Bonns nogsaras, yTto SO CTOJb XKe CJ0XKHO, KaK M B3POCJbIH opra-
HH3M, TO T10C/1e MOsIBJIEHHS TePBbIX pPa0OT MO MEXaHHKE PAa3BUTHS CTaJIO ICHO, UTO
3UroTa ycTpoeHa HaMHoro npotuie. B utore nosisusiach Mojiesib 3nurexesa, Kotopas
npeacTaBJsieT 3apojiblllieBoe pa3BUTHE KaK MPOLLECC MOc/e10BaTeIbHbIX HOBOOO-
pazoBanuii (Weismann, 1904), npuuem xapakrep pa3BUTHsI OMpEIESIETCS COCTO-
SIHUEM BCEro OpraHu3Ma M yCJ0oBHH, B KOTOPbIX Pa3BUTHE MPOXOIHT.

L5 coxpaHeHust iyxa npecopMusMa He 00513aTesIbHO cileloBaTh OyKBe paboT
BonHs. BriosiHe noctaToyHo cuMTaTh, UTO 3UTOTA COJNEPXKUT He MaJieHbKHi 3apo-
JbILI, a HA0OP YacTHLl — MpooOpa3oB Bcex MPU3HAKOB Oyylllel B3POCI0OH 0COOU.
WHbIMY clOBaMM, 0CTATOYHO AyMaTh, YTO CBOHCTBA LEJIOTO OPraHU3Ma 3aBUCST
MOJIHOCTBIO U TOJIBKO OT CBOHCTB OT/Ie/IbHOH ero yacTi. B Takom Buze npedopmMusm
cTas uaeoJorueit Oynyuleil kaaccuueckoi reHeTuku. B cBoto ouepenp, Ha dyHaa-
MeHTe 3MureHesa Bblpocsia 6Hosiorus pa3suths. OTciona BO3HUKAeT HECOBMECTH -
MOCTb 3TOT0 pasfesia OUOJIOTHH ¢ CHHTETHYECKOH TeopUeH: reHeTHuecKast H1eoJ1o-
rUsl HeoJapBHHU3MA TMpeariosiaraeT HajJHuyhe KECTKOTO COOTBETCTBHS MeXKIy
U3MeHeHUsIMU (DeHOTHIA W TEeHOTHNA, B TO BPeMsl KaK B COOTBETCTBHH C STHUreHe-
THUECKUMH TIPEACTABJIEHUSMH U B P€aJIbHOCTH TAKOE COOTBETCTBHE OTCYTCTBYET.

4. 1. TEOPUSA 3APOIDBILLEBON MJA3MbI

HacnienetBennocts — 370 nepeaya NpU3HAKOB OT ponutesiei ieTsiM. CHHTETH-
yecKasl TeOpHs SBOJIIOLMH OCHOBAaHA Ha KOHLEMMH 3aPOMbILIEBOH MIa3Mbl — TIPeJl-
CTaBJIEHHH O HACJENCTBEHHOCTH, NMpuHamiexalleM Aprycty Beiiemany (Weismann,
1892, 1904). 3aponpitieBast niasma (= HeMm. Keimplasma, aura. germ-plasm) — 310
«BelIeCTBO HAC/IEICTBEHHOCTH», XPOMATHH sTIpa, OPraHH30BaHHbII B IMCKPETHbIE &/11-
HHIBI — XPOMOCOMBI, MepeiaBaeMble U3 MOKOJIEHHUsT B TIOKOJIEHHE C TIOMOLIBIO TaMeT.
[To A. Beficmany, Kaxziast XpoOMOCOMA COCTOMT U3 S/IeMEHTaPHBIX YACTHILL, IeTEPMUHUPY -
IOIIMX HACJIE[ICTBEHHBIN XapaKTep (peHOTHITHYECKHX MPU3HAKOB. JleTepMUHaLMs B Jia-
HOM CJTydae 03HAUYaeT, UTO KaXK/Iblil PU3HAK 3aBUCHT LI&JIMKOM H TOJILKO OT COCTOSTHHSI
COOTBETCTBYIOLIEH KOHKPETHON YaCTHLIbI HaCIeCTBeHHOCTH. [ IprcyTeTBHe onpenesen-
HBIX IETEPMUHAHTOB B SIIPe 3UTOThI 3aCTaBJISIET €€ Pa3BUBATHCS 10 OMPeeIeHHOMY ITy-
TH, TIPUYEM KaXKIIbIH TPU3HAK, CIOCOGHBIN HE3aBUCHMO U3MEHSITLCS U TIepeaBaThCsi Mo
HACJIEICTBY, HIMeEeT COOTBETCTBYIOLIHE IeTEPMUHAHT B 3aPOIbIIEBOH [UIa3Me.

CoBpeMeHHbIH CHHOHUM BelicMaHOBCKOro neTepMHHAHTa — reH. [eHbl or-
peleJisiioT CBOMCTBA, HAC/IelyeMble IETbMH OT POAUTENEH; IETH U POIUTEIH M10X0-
KM, TIOCKOJIbKY 06/1aaloT 06GIIMMH TeHaMu. MyTaluu ornpeeseHHbIX (HO He JII0-
ObIX) TeHOB B COYETAHHH C peKOMOWHALMEH BBI3BLIBAIOT TOSIBJEHHE HOBBIX
(beHOTHNMUECKUX MPHU3HAKOB. B Hauase XX Beka mocJeHee MoJoKeHHe MOJTyH-
JIO CHJIbHelIIee MOATBepKIeHHEe B Bl OTPOMHOT0 06'beMa IKCIe pUMEHTATbHBIX
JIaHHBIX, 3aTeM O(OPMHBLIUXCS B XPOMOCOMHYIO T'€HETHKY, KJIACCHKH KOTOPOMH
ocobeHHO BbiIessiid A. BelicMana cpenn cBoux mpefuiecTBeHHHKOB (Morgan,
1926; Sturtevant, 1965).
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Puc. 4. TunnyHas 3BOJIOLMOHHASA TMepecT- A
OfiKa COOTBETCTBUSI Me reHaMd W MNpH-
P Y P NPU3HAK 1 1
3Hakamu. A) [eHeTnueckoe nepeornpesede- /I
—
Hue npusHaka; b) Mamenenue dyHxuun
TEHbI 12 3 12 3
reHa; B) MameHneHue cTpyKTypbl MHOXKeCT-
BEHHOTO COOTBETCTBHSI MEXKy (PEHOTHIIOM H
FeHOTHIIOM.
B
Beficman cuutan, 4to heHOTHNH- MPUSHAKA 1 2 3 12z 3
4YeCKHEe H3MEHEHUsI, KOTOpbI€ MOTYT \ ——
OBITb MePeAaHbl TOTOMCTBY, BO3HUKAIOT MEH 1 1
HUCKJIIOYUTEJIbLHO 6J'lal‘0[[8pﬂ H3MEHEHH-
M B SBPOIU:IHJQBOﬁ rnJjiasme: M3MEHYH-
BOCTb ACTEPMHUHAHTOB U HX COUeTaHUH B
I A€T U3MEHYHUBOCTL IIPH
O p?]le.ﬂ € 3Me ocC pHU3HaKoB (IPUZHAKH : 2 3 L2 s
(Weismann, 1904, vol. 1, p. 369). Un- x
o —
JIUBUIyaJIbHOCTb Oyaylieil ocobu BO3-
. TEHbI 12 3 12 3
HHUKACT B MOMEHT CJUSHUA AAep AnLe-

KJAeTKH U criepmartodomnaa (Weismann,

1904, vol. 2, p. 41, 45). Xotsi B X01e SMOPHOTeHEe3a MO/, IeHCTBUEM BHEILHHUX TTPHU-
YHH U MOTYT BO3HUKATh HOBble MOP(OJOrHUECKHE UEPThI, OHH HUKAK He 3areyar-
JIEHBI B 3aPOJIbIIEBON TJ1a3Me W He MOTYT MOBJMATh Ha ee cocTostHue. COOTBETCT-
BEHHO, 3TH YepTbl He HMEKT OTHOLIEHHS K XOAy 3BOJIOIMK W HE JOJXKHBI
paccMaTpHuBaThCs IBOJIIOLMOHHON TeOpHeH.

OTclofia OIMH LIar 10 HeoapBUHKU3MA, POIOHAYATLHUKOM KOTOPOTO SIBJSETCS
A. BeficmaH: MOCKOJIbKY TPUHUMAETCS, YTO (PEHOTUT OMpeesIieTcss TeHOTHIIOM, TO
JUISl SBOJIIOIIHOHHOTO U3MeHeHUst (DEHOTHNA HeOOXOAUMO M JIOCTATOUHO U3MEHUTD
reHoTHI. COOTBETCTBEHHO, IBOJIIOIUS HET 3@ CUET ECTECTBEHHOTO 0TGOPA FeHOTH -
nuyecknux uameHenuit (Weismann, 1904). [Tostomy oHa Gynet uaru tem GbicTpee,
yeM yatlle OyIyT NOSIBAATHCS HOBbIE TeHbI M UX COUETaHHUs (T. €. UeM yallle MyTalyH
¥ UeM MHTEHCHBHEE PEKOMOHHALIHSA ).

BriBoj 0 MOsI0KUTEBHON 3aBUCUMOCTH MEXKIY CKOPOCTBIO IBOJIIOLIUH H CKO-
POCTbIO H3MEHEHHS TeHO(OHIa GE3yNPEUHO JIOTHYEH, HO, KaK Mbl BUJIEJIH, HE COOT-
BETCTBYET JACHCTBUTENLHOCTH. [IpHUHHA KpoeTcsi B TOM, UTO MPOYHAsi KOppensius
MeX1y (PEHOTHUTIOM H FeHOTHIIOM Ha CaMOM JieJie He CyLIECTBYeT. DTO MOXKHO BH-
JIETh Ha TIPUMepE TOTO, KaK B XOJIe IBOJIIOLMH TIOCTOSTHHO H3MEHSIETCs XapaKTep re-
HeTHUECKOH 00YCIOBIEHHOCTH (PEHOTHTIA.

4. 2. 9BOJIIOLUUI PEHOTUIIA U 3BOJIIOLMUSA TEHOTHUINA

[TpusHaku QeHoTUNa yCTOHUMBEE, UeM OTIPEIESIOIIHE HX TE€HbI: OJHAXKIIbI
NOABUBLUMICA MPU3HAK B XOJ€ 9BOJIIOLMH MOXKET MOJy4aTb HOBOE F€HETHYECKOE
onpeaes]eHe — YTO Ha3bIBAETCs, NPOUCXOIUT U3MEHEHHE TeHETHYECKOMN TMOJIH-
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MepuH npusHaka (puc. 4 A). [TlosToMy nepecrtpoiika reHOTHIIA MOXKET MPOUCXO-
JIUTb U TIPOMCXOAUT Npu HeudmeHHoM Qenoture ([lImanbrayzen, 1946, 1982;
Kumypa, 1985). [last nairocTpalii OTHOCHTEIbHOH HE3aBHCHMOCTH TIPH3HAKOB
OT TEHOB PACCMOTPUM CIOCOOLI OTpe/iesieHns ojla — HauboJiee JIeTaNbHO pas-
paGoTaHHBII MPUMep COOTHOIIEHUST PeHOTHUTIA U F'eHOTHTIA.

MexaHuaM onpesiesieHust Mojia — 3To (aKkTop, AeHCTBHE KOTOPOTO Ha OIpe-
JIeJIEHHYIO OHTOTE€HETHUYECKYIO CTAIUIO BeleT K Pa3BUTHIO Y 0COOU KEHCKUX JIHG0
MY?KCKHX TTOJIOBBIX ¥KeJle3, KOTOpble HauMHAaIOT BbIpabaThiBaTh COOTBETCTBYIOIIHE
FOPMOHBI, TIO/I BIUSIHUEM KOTOPBIX OPraHu3M Pa3BUBAETCs B CAMKY JIHGO B camlia.
[Tos1 MO2KeT onpeesisiThCsi BHYTPEHHUMH (TeHeTHUECKUMHE ) JTHGO BHELITHUMH 110 OT-
HOLIIEHHUIO K pa3BUBalOlIelcsi 0coOH (CpeloBLIMHU ) (hakTopamu; o6e KaTeropuu me-
XaHU3MOB JIOCTATOYHO Pa3HOOOPA3HEI.

Cpelu BHEIIHMX MEXaHH3MOB OMpefiesieHHs MoJia HauboJiee pacrpocTpaHeH
TeMIepaTypHBIH: P HHKYOALMH B OJIHOM HHTepBaJie TeMITepaTyp 3UTrOThl pa3BHBa-
I0TCS1 B CAMIIOB, TIPH MHKyOAllMU B IPyroM — B caMoK. TeMriepaTypHoe oripefeJie-
HHUe noJia BeTpeyaetcest y pakoo6pasHbix (Rigaud et al., 1997b), nacekomsbix (Bopp
et al., 1998), pri6 (Romer, Beisenherz, 1996; Strussman et al., 1996, 1997). Ha-
n6osiee MOAPOGHO U3YUEHO TEMIIEPATYPHOE OTpeJiesieHHe T10J1a Y TIpeCMbIKaIOIHX-
Cs1, MHOTHE U3 KOTOPBIX (HanpuMep, KPOKOIUIOBbIE, GOJBIIHHCTBO Yeperax, HeKo-
TOpBIE SILIEPHLLBI ) JHILIEHBI MOP(ONOTHYECKH Pa3/IMYAIOLLUXCSs TOJIOBBIX XPOMOCOM
(Janzen, Paukstis, 1991; Coomber et al., 1997). [Tomumo TemMnepatypsl, onpeje-
JIeHHe TI0J1a MOXKeT 3aBUCETh OT JIPYTUX BHELIHHUX (DAaKTOPOB, GUOTHUECKUX H aGHO-
THYecKHX. Tak, pakooGpasHble raMMapyChl YyBCTBUTEbHBI K (POTOTEPHOMLY U B Ha-
yajle ce30Ha CKJIOHHBI TPeBpallaThCsl B CaMIoB, NMoaxke — B camok (Watt, 1994;
McCabe, Dunn, 1997). [Tos HemaTon Mermithidae onpenensiercsi nuranuem Jiiu-
HOK: CAMKH pPa3BHUBAIOTCS U3 KPYMHBIX 0cobeil, caMilbl — M3 Mesikux. Hekortopble
OpXHJEH HECYT MEeCTUUYHbIE 1IBETKH HA XOPOIO OCBElIEeHHbIX YIaCTKaX U ThIYHHOY-
Hble — B Tenu (Stearns, 1987). Cnopel nanopotnuka Ceratopteris richardii o6b14-
HO pPa3BUBAIOTCS B OJHOIOMHBIE (repMahpOIUTHLIE ) PACTEHHST; TepMA(POIUTHI BbI-
JeJISIIOT (hepOMOH, TIPH OTIpe/ieIeHHOH KOHIIEHTPAIlH KOTOPOTo U3 CIIOp BBIPACTAIOT
myxckue ocobu (Banks, 1997). ¥ kosonuansHoro Mosutocka Crepidula fornicata
(Gastropoda: Prosobranchia) noJst oco6u 3aBUCHT OT ee pacroJio;KeH st B KOJOHUU
(Barnes et al., 1993). AHajiornuHbIM 06pa3oM OMpeIeISIeTCst MOJ LIBETKOB Y KYKY-
py3bl ¥ HeKoTopbIX Apyrux pacrenuil (Yonemori et al., 1993; Irish, 1996). ¥ myxu
Sciara ocellaris nos TOTOMCTBA 3aBUCHT OT MaTepPH: OHH CAMKH POXKIAIOT TOJBKO
caMoK, Jipyrue — ToJibKo camioB (Sanchez, 1998).

DaKTHUECKH, CpeloBble MeXaHH3MbI OTIPeJeJIeHUsT TI0J1a MPEICTABISIOT TaKHe
Ke MOJIM(HKALIMH, KaK KlacCHUeCKHe TPHMePbl 3aBUCHMOCTH (POPMBI JINCTHEB OT MO-
IPY?KEHHOCTH B BOJly (TOUHEE, OT OCBELIEHHOCTH ) Y CTPEJIOJIMCTA U BOISTHOTO JIFOTHKA
(LImaneraysen, 1982; Teimenko, 1992), kak gopmupoBanue ¢uanoIOTHUIECKH
M SKOJIOTHUECKH PA3JIHYHBIX 0COOel B 3aBUCHMOCTH OT [JTHHBI IHS M TeMIIepaTyphl
y triedt (Dixon, 1998), kak 3aBUCHMOCTb pa3BUTHSI 3UTOThl OT COCTaBA IIUTOMIa3Mbl
(Maynard Smith, Szathmary, 1995). Bo Bcex 3Tux ciydasix nepejaetcst o HacJjies-
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CTBY He OTHeJILHBIH TPU3HAK, a HAGOp ero AUCKPETHBIX COCTOSHHUH (MOIaILHOCTeH ),
KasKIoe U3 KOTOPBIX peasuayeTcsl B OTBET Ha OTpeJieJIeHHbIN BHEITHUE CTHMY.T.

[eHeTHUecKHe CrIOCOOHI ONpeesieHNs] MToJ1a pa3neJIslioTCs Ha reTeporaMeTHble
W ranjo/aunounamble. [IOWIHOCTD BAKSIET Ha N0 Y HACEKOMbIX I1ePenOHYaTOKPbI-
JILIX, TPUTICOB, GEJIOKPBIIOK, IIUTOBOK, HEKOTOPBIX IBYKPLIILIX U XKYKOB, a TaKkKe
y kneniei (Stearns, 1987). ¥V 3THX :KUBOTHBIX U3 OMJIOJIOTBOPEHHBIX SIUIL BHIXOJST
JIUTJIONIHbIE CAMKH, U3 HEOTIOAOTBOPEHHBIX — TarJIOWIHbIE CAMIIBI.

[ereporameTHble croco6bl ONpeesieHus! MoJa BCTPEYAIOTCsT TPAKTHYECKH BO
BCeX KPYTHBIX TAKCOHAX (y pacTeHHEl, HEMAaTo]l, MayKoOoOGpasHbIX, HACEKOMBIX, PbID,
aMubuil, penTuni ) u o6s13aTesibHbI y NTULL U MiekonuTatoux (Bull, 1987). Kak
MPaBUJIO, TETEPOraMeTHOCTh CBsI3aHa C HaJIMUHeM CIelIHaTH3HPOBAHHBIX MTOJMOBBIX
XPOMOCOM, OJTHAKO KOHKPeTHbIE MeXaHU3MbI MOTYT OBITh OYeHb pa3/ndHbl. Harmpu-
Mep, Y 1po30(uIbl pelatoliuM akTopoM B OTHOLLEHHH OIpeiesIeHHs [1oJ1a s1BJIs-
€TCsl COOTHOILIEHHE YHCJIa MOJMOBBIX XpOMOCoM (0603HaYaeMbiX X) H ayTocoM (A).
Camilbl MMeIT reTeporaMeTHbil Kapuotun (X, 2A), caMKu — roMoraMeTHbIi
(2X, 2A). X-XpoMocoMa HeceT HECKOJIbKO MeHOB, Ha OCHOBE KOTOPBIX CHHTE3HPY-
toTcst 6esku. Ecoi 5MOpHOH HMeeT Be X-XpOMOCOMBI, TO 3TH GeJIKH TIPUCYTCTBY-
IOT B KOHLIEHTPALIMH, OCTATOUHOH /s aKTHBAIMHK reHa SxI, 3armycKaroriero kacka
CHHTe3a JPYTHX GeJKOB, TIPH HAJIMYHH KOTOPBIX 3a4aTOYHbIe TOHA/bI PAa3BHBAIOTCS
B SIMUHUKH. EC/IH 3UroTa nMeeT TOJBLKO OMHY X-XpOMOCOMY, TO reH Sxl ocTaetcs
B HEAKTHBHOM COCTOSIHHMH, M TOHAJla Pa3BUBAeTCs B CEMEHHHK, a SMOPHOH, COOT-
BercTBeHHO — B camia (Torres, Sanchez, 1992; Sanchez et al., 1994; Barbash,
Cline, 1995; Bopp et al., 1996, 1998). Cnoco6 onpenesnenus noJsa, CXOIHBIH
C UMEIOLIUMCS Y PO30(UJIbI, ONIUCAH Yy HEMATOJ YePBHU C ABYMs1 X-XpOMOCOMaMH
craHoBsATCs TrepMmadpoautamu, ¢ oaHoit — camuamu (Hunter, Wood, 1992;
Hodgkin et al., 1994; Mutafova, 1995; Meneely, 1997).

Jpyrast pa3HOBHIHOCTb reTepOraMeTHOTO MeXaHH3Ma CBsi3aHa C HaJHYHeM
JIUMOPQHBIX MOJIOBLIX XpoMocoM, 0603HavaeMbiX X, Y y muiekonuTaommx u W, Z
y IITHLL. ¥ TJIaleHTapHBIX MIEKOUTAIOMINX 10J1 oTipefiesisieTcsi reHoM SRY, pacro-
JIO’)KEHHBIM Ha JUCTAJIbHOM y4acTKe KOPOTKOTO Tiieda Y-XpOMOCOMBI. JDTOT reH
TMPOSIBJISIET KPATKOBPEMEHHYIO aKTHBHOCTDL B OHTOT€He3e, HHULMUPYs Pa3BUTHE Ce-
MeHHOH )eJse3bl. B otcyrerBue SRY ronana passuBaetcsi B IMUHHK, KOTOPBIH CeK-
peTHpyeT TOPMOHLI, HAMpAaBJSIONINE OHTOTEHEe3 TI0 XKEeHCKOMY MyTH pa3BHTHS
(Koopman, 1995; Lovell-Badge, Hacker, 1995; Sinclair, 1998).

ITH NpHUMephl MOKA3LIBAIOT, YTO I'eHETHUECKOE Tepeoripe/iesieHHe MpH3Ha-
KOB — JI0OCTAaTOYHO OOBIYHLIN BOJIIOLMOHHLIN Mpoliecc. Bo3HHKHOBEHHE TTOJIOBOTO
pa3MHOXKeHHSsI CBSI3bIBAIOT C IPOUCXOXKIEHHEM 3YKAapPHOT, 06JIaIatoIUX 0(hOpMIIEH-
HBIM SIIPOM U MeHoTHuecKuM arnnaparom (Stearns, 1987). CienoBatesibHo, camiipbl
¥ CAMKH CO BCEM KOMIIEKCOM XapaKTepHbIX 1JIsi HUX (DeHOTHITHYECKHX MTPH3HAKOB
BO3HHKJIH OYeHb JIABHO: HEBO3MOXKHO TPEJIOJIOKHTD, UTO M0JT BO3HHKA de 1novo
B KaXX[IOM TaKCOHe. 3HAUHUT, B TIpeJiesiaX CTapIlIMX TAKCOHOB Ha (hoHe (heHOTUITHYE -
CKOTO MOCTOSTHCTBA MPOMCXOJN/IA CMeHa FeHOB, OT KOTOPLIX 3aBHCEJ MyTh Pa3BH-
THS IOJIOBBIX KeJsie3. [1pn 3TOM MeXaHH3M orpeesieHHs MoJla MOT HEOTHOKPATHO
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M3MEHSITbCS C TeHeTHYEeCKOTo Ha CpeloBoi 1 o6paTtHo. Cefuac HeT HeOGXOIUMOCTH
BIIABaTbCsl B JIETAJIH MIPUCIIOCOOUTENLHOTO XapaKkTepa KOHKPETHLIX FeHOTHITHYeC-
KHX TepecTpoeK, MOCHYXKMBILKMX MOBOIOM JUlsi MHOXecTBa THnotes (MosfiHapn
Cwmur, 1981; Kraak, de Looze, 1993; Strussman et al., 1996; Ciofi, Swingland,
1997; McCabe, Dunn, 1997; StClair, 1998). [Ii1s1 3BOJIIOIMOHHON TEOPUH TOpa3s-
JI0 BayKHee, YTO 3HAMEHHTOE BbICKasbiBaHUe JIMHHes] MOXKHO MepedpasHpoBaTth B
OTHOLIIEHHH COOTBETCTBHsI (heHOTHIT/TeHOTHIT: He TeH onpejessieT NMPH3HAK, HO
NpH3HaK onpesiesisieT reH. [IpuaHak, THITMYHBIE /IS CTApIIero TakCoHa, OTpeiesi-
eT HaGop TeHOB, KAXKBIH U3 KOTOPBIX CJYXKHT OIpeleeHHI0 TIPU3HaKa y orpee-
JIEHHOTO BHJIa B TUTIHYHOH [JIs1 HETO Cpejie pa3BUTHsI U obuTanust. [1losTomy B xon1e
9BOJIIOLIMH TIPH TTOCTOSTHCTBE TIPU3HAKA €ro TeHeTHIecKoe obecrieueHre H3MeHsIeT-
cs1 B 3aBHCHMOCTH OT OPTaHU3allMd OHTOTeHe3a U TpeGOBaHHH eCTEeCTBEHHOTO OT-
6opa (cM. JornosiHUTeIbHOE noaTBepsKaeHHe B: Carroll et al., 1995).

Hapsiny ¢ reHeTnueckuM nepeonpeesieHieM MPU3HAKOB, B IBOJIIOLIMH MTPOHUC-
XOJIUT CMeHa PYHKIIMH KOHKpeTHbIX reHoB (Averof et al., 1996; Dennel et al., 1996;
Morgan, 1997; Carr et al., 1998): uamensiercsi xapakrep He TOJbKO MOJUMEPUH, HO
u muieriorponuu (puc. 4 B). Peaysnbrathl cMeHbl (hyHKIIME FeHOB MOXKHO BHJIETH HA
NpHUMepe BecbMa MeCTPOro pacrpesiesieHust Croco60B IeTepMUHALIMH T10J1a 110 CHC-
TeMe YKHMBBIX CyIIeCTB. Hampumep, y MIeKOUTAIOIINX, TAyKOB K HEMATOJI, FeTepo-
raMeTHBI CaMIlbl, a y TITULL, 3Mell U HAaCEKOMBIX pyuelHHKOB — caMku. Cpeln IBy-
KPBIIBIX HAaCeKOMBIX TeTeporaMeTHble CaMIlbl BCTpevaloTess B ceMeHCcTBax
Tipulidae, Simuliidae, Culicidae, Calliphoridae, Anthomyidae, Phoridae
u Drosophilidae, torna kak y Chironomidae, Muscidae u Tephritidae rerepora-
METHbI TO caMllbl, TO caMKM — B 3aBucuMoctd oT popaa (Bull, 1987; Stearns,
1987). Anasornuto, ampu6un Ambystomatidae, Bufonidae u Pipidae umetor re-
TeporameTHbIXx camok, Proteidae, Discoglossidae, Hylidae u Leptodactylidae —
reteporamMeTHbIX camiloB, a Plethodontidae, Salamandridae u Ranidae — To cam-
0B, To caMoK. Tak ke u pentuiuu: y Pygopodidae, [guanidae, Scincidae u Teidae
reTeporaMeTHbIM MoJioM sBJsitoTcss camibl, a y Gekkonidae, Lacertidae
u Varanidae — camku (Bull, 1987). ¥ paBHOHOTHX pakoB MeXaHU3MbI OIpejiee-
HUSI [I0J1a MOTYT Pa3jiHuaThesi He TOJMBbKO MeXIy BHIAMH, HO Jaxke MexKIy MoJBH/A-
MH: caMlpl reTeporametHbl y Asellus aquaticus, Porcellio dilatatus dilatatus,
Armadillidium nasatum, Helleria brevicornis, torna kak y Idotea balthica,
Porcellio dilatatus petiti, P. rathkei, P. laevis, Armadillidium vulgare w np. re-
TeporametHbl camku (Rigaud et al., 1997a).

Htak, B OTCYyTCTBHE SBOJIIOLMH Ha OCHOBE CTAHIAPTHOTO FeHOTHIIA BOCTIPOU3BO-
JIUTCST OJIVH U TOT e ONTHUMAJbHBIN IMKUIl THIT. B X0/le OHTOreHeTHUeCKOro pa3BUTHS
JIMKOTO THIIA OTIpe/ieieHHble TPU3HAKH BO3HUKAIOT B OTBET Ha MPUCYTCTBHE B TEHOTH-
Te OTpeJie/IeHHBIX PeHOB (aJlyiesiell, IPyTI reHOB, XpOMOCOM ) WJIM B OTBET Ha JeHCTBHe
orpeJie/IeHHBIX (PAKTOPOB CPeJIbl, B KOTOPOH MPOUCXOAUT pa3BuThe. [1pn 3TOM Mexty
(heHOTHTIOM M TEHOTHIIOM CYIIIECTBYeT MHOXKECTBEHHOE COOTBETCTBHE: KaXKIblil I'eH
orpeneJisieT 6oJiee UeM OIMH MPU3HAK, H KaXKIbIH MPU3HAK (POPMUPYETCST B OHTOTeHe-
3e ipu yuactuu 6oJiee yeM osiHoro rena (Wright, 1931; Tumodees-Pecosckuii, VBa-
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HoB, 1966). B yc/sioBHsIX HOpMAJILHOTO OHTOreHETHUECKOTO Pa3BUTHS SI3bIK MOPOJIO-
THH MTePeBOJIMM Ha 5I3bIK TeHOB: MHOYKEeCTBEHHOE COOTBETCTBHE MeXKIy TeHAMH U MTPH-
3HAaKaMH, BbIpaXKeHHOE B TTOTMMEPHH MPU3HAKOB U IJIEHOTPOITHH 'eHOB, He MPEMSsITCT-
ByeT MepeBO/ly TOUHO TaK 2Ke, KaK MHOYKeCTBEHHOE COOTBETCTBHE MEKIY CJIOBAMHU He
TIPETISITCTBYET MePEBOMY C OHOTO YeJIOBEUECKOTO 513bIKa Ha IPYTOH.

DBOJIIOLIUST COCTOUT B Tepexofie M3 OIHOTO YCTOHUMBOTO (DeHOTHIHYECKOTO
cocTosiHust B Jipyroe. Cylisi 110 U3JI0KEHHBIM TaHHBIM O MEXaHH3MaX OTIpe/lesIeH st
roJia, SBOJIIOLMS HAapyIlIaeT HOpMaJbHOe Hac/eloBaHne NMpHu3HaKkoB. [1pu sTOM U3-
MeHsIeTCsl XapaKTep COOTBETCTBHS MEXKY (heHOTUTIHIECKUMH MPU3HAKAMH, CPEIO-
BBIMH (DAKTOPAMH H COCTABOM I'eHOTHIIA: TeHbl MOTYT MPHOOPETATh HOBbIE (DYHKIIUH
(M3MeHsieTCsT TMJIEHOTPONHsI), a TPU3HAKA MOTYT MOJyyaTh HOBOE TeHeTHUeCcKoe
/MM cpeioBoe onpesiesieHue (H3MeHsIeTCs! OJTMMEepHst ) B 3aBUCHMOCTH OT CeLt -
(hYIKH MCXOJIHOTO OHTOTe€He3a M HOBOH 9KOJIOTHUYeCKOH HUIIH. B cylHOCTH, 9T0 NaB-
HO M3BECTHO: B Pa3HbIX TAKCOHAX HIEHTHUYHbIE TEHBI YACTO OTPEeeJISIIOT HErOMOJIO-
THYHblE TPU3HAKH, U HAa060POT — TOMOJIOTMUHBIE MPH3HAKH He 0653aTesbHO
CBsI3aHbI ¢ WleHTHUHbIMY reHamu (de Beer, 1971).

Kak ciieficTBre M3MeHeHHs XapaKTepa ToJUMEPHH H TJIEHOTPOITHH, H3MEHSIET-
51 BCSI CTPYKTYPa MHO2KECTBEHHOTO COOTBETCTBHUS MeKIY M€ HOTHIIOM H (DeHOTHIIOM
(puc. 4 B). 910 06CTOATENBCTBO UMEET BaxKHEHIIIee CJIE/ICTBHE: 513bIK TeHETHKH He -
BO3MOKHO HCIOJIb30BaTh [JIs OTIHCAHHsST SBOJIOLMOHHBIX siBJeHHH. [IpencraBbre,
KaKOBO TePEBOIUHKY T10JIb30BATLCS CJIOBApPEM, B KOTOPOM BpeMsI OT BpeMEeHH H3Me-
HsIeTCsT CMBICI cJIoB. TOUHO Tak »Ke H3MeHeHHe CTPYKTYPhl COOTBETCTBHUS MEXK]Iy Te-
HaMH ¥ TIPU3HAKAMH JIeJIaeT sI3bIKH FeHeTHKHU U MOP(OJIOTHH B3aUMHO HellepeBOJIH-
MBIMH B Xone 3BoJiouud. CJiefoBaTebHO, 9BOJIOIMOHHAS OHOJIOTHS J0JKHA
0TKa3aThCsl FeHETHUECKOTO sI3bIKa KaK OCHOBHOTO CPEICTBA OOBSICHEHHST IBOJIIOLIH -
OHHOTO Tpoliecca.

4. 3. HOPMA PEAKLIMU

Bumisiiye BHeIIHHX (haKTOPOB Ha peasiu3alifio reHeTHIeCKOk HH(OopMALIH HaXo-
JIUT OTpayKeHHe B TOHSITHH HOPMbI peaklMK MeHOTHNA Ha YCJIOBUST MHIUBHIYAILHOTO
pasButusi. Hopmoli peakiyn o6bIMHO HA3BIBAIOT MHOXKECTBO Pa3HOOOPA3HbIX (PeHOTH-
TOB, Pa3BUBAIOIIMXCSI HA OCHOBE OJIHOTO M TOTO 2Ke TeHOTHIIA B PA3HbIX BHEILIHHX YCJI0-
Busix (Woltereck, 1909; Imanbrayzen, 1946, 1982; Rieger et al., 1991). TTousitue
HOPMBI PEaKIMH SKBUBAJIEHTHO YTBEPXKIEHHUIO, UTO OHTOreHeTHUeCKoe (hOPMUPOBAHHE
(heHOTHUIIA TIPOUCXOIUT NP OTHOBPEMEHHOM YUACTHH BHELIHHX M BHYTPEHHHX (HaKTO-
poB. OpraHu3m He HMeeT MPHU3HAKOB, MOJHOCTbIO HE3ABUCHMBIX OT TEHOTHIIA
(Waddington, 1975): 6eJikH, OT KOTOPbIX 3aBUCHT XOJl OHTOreHe3a, CHHTE3HPYIOTCS Ha
matpuuax PHK, ckormpoBaHHbIx ¢ reHoB. OHAKO TaK e CIIPaBeIBO, YTO OPraHu3M
He MMeeT TPU3HAKOB, MOJHOCTBIO HE3aBUCHMbIX OT CPe/Ibl PA3BUTHSI.

W. W. Ulmanbraysden (1982) npuBouT MHOXKECTBO JIAHHBIX, MOKA3bIBAIOLIMX,
KaK XapakKTep pa3BHTHsI SMOPHOHAJILHBIX 3a4aTKOB OINpeesisieTcs] HX OKpyXKeHHEM,
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HeCMOTPsl Ha MOCTOSIHCTBO reHoTuna. Hanpumep, H3onpoBaHHast HepBHAs! MJIACTHH-
Ka B TPUCYTCTBMM ME3€HXUMbl Pa3BUBAETCS B HOPMaJIbHYIO HEPBHYIO TPYOKy, a 6e3
Me3eHXMMbl — B LMJIMHAP 6e3 1oJiocTd. B cocenctBe ¢ Xopaoi HepBHas MJIaCTHHKA
npeBpaulaeTcst B »keso0, a NPU KOHTAKTE C ME3EHXHMOH W MbILIEUHOH TKaHblO —
B TPyOKYy C HEHOPMaJIbHO CMelLleHHbIM BHYTPeHHHM KaHajoM. [IpH 3ToM BHelIHHe
BO3/IEHCTBHUS BbI3bIBAIOT (DEHOTHUITHUECKHE U3MEHEHHS], CXO/IHbIE C TEMH, YTO Pa3BUBa-
10TCS1 BCJIEJICTBHE OIpeJIeIeHHbIX reHeTHYecKnX MyTauuil. CriocoGHOCTb OHTOreHe3a
O/IMHAKOBO pearnpoBaTb Ha BHEILIHME W BHYTPEHHHE BO3EHCTBUSI HOCHT Ha3BaHHe
thenokonuposanus (King, Stansfield, 1997) u sicHo yka3biBaeT Ha TO, UTO OHTOreHe3
€CTb CyLIHOCTb GoJiee BBICOKOrO MOpsiKa, 4eM reHoM. Jljisi oHTOreHes3a Mo CyTd He
Ba’KHO, KAaKOro poJa BO3AEHCTBHE BbI3BAJIO TO WJIM HHOE M3MeHeHHe (heHOTHa:
BO BCEX CJIydasix Xxapakrep HOBOOOPA30BaAHHMSI ONpeJieisieTcsl CBOHCTBAMU Pa3BHBalo-
Lerocst 3apoplilia.

[oBOpst S13bIKOM CHHTETHUYECKOH T€OPHUH, (DeHOKOTHH SIBJSIIOTCS YaCTHBIM CJlydaeM
B3aMMOJICHCTBHSI FeHOTHIIA U CPeJibl — CrelMaibHON 06/1aCTH HCC/IEIOBAHUI B FeHETH-
Ke KosinuecTBeHHbIX puaHakoB (Bell, 1987) — u npencrapsior o6baHOE MPUPOIHOE
sIBJIeHHe, U3BeCTHOe Ha oblupHOM Matepuase (Landauer, 1957; Tayse, 1984;
Goodwin, 1985; ILInmkun, 1988a; Venglat, Sawhney, 1996). Hanpumep, uto6hl rete-
porameTHast 3UroTa MJIEKOTUTAIOLLETO Pa3BUJIACh HE B CAMLIA, B CAMKY, I0CTATOYHO Ha
HayaJbHOM 3Tarie AuddepeHIHalHH MONOBOH 2KeJle3bl KAKHM-TO 06pa3oM HEHTpasu30-
BaTb MPOJYKT MaTpUYHOro cuHte3da reHa SRY. M Hao6opoT: B onpeaesieHHbIX YCJI0BUSX
pasBUTHsi roMorameTHasi 0coGb MJIeKonuTatollero cranosurest camiom (Bull, 1987).

Y MHOTHX OPraHU3MOB (DEHOKOIMPOBAHHE YYacTBYeT B PUPOIHOM ITpoliecce Orl-
penesienust nosa. Tak, y MepernoHYaTOKPBIIOrO HAaceKoMoro HaesnHWka Venturia
canescens (Ichneumonidae) roMo3uroThl Mo MoJIOBOMY JIOKYCYy CTAHOBSITCSI caMIaMH
TOJILKO TIpH TeMriepaType 22—25° C; pa3BHBasiCh B CaMOK MpH TemrepaTtype HuxKe 22° C
(Butcheret al., 1998a). CxonHbiM 06pa3om y peiGbl Patagonina hatcheri (Atherinidae)
T10J1 OTPEIEJISIETCS FeHETHUECKH TTPH YMEPEHHbIX TeMIIepaTypax, HO HaXOIUTCSI MOJL cpe-
JIOBBIM KOHTpoJieM Ha xosiofie (Strussman et al., 1997). Y paBHoHororo pakoo6pasHoro
MoKpHLbl Armadillidium vulgare reHeTHUECKH MPENONPEIE/IEHHbIE CAMIIbI CTAHOBSITCS
caMKaMM TIOJl BIUSTHHEM MaJjieHbKoH napasutndeckoil 6akrepun Wolbachia sp. drta
GaKTepHusi »KUBET B LMTOMJA3Me KJIETOK BCeX TKaHel MOKpHlbl. Bo Bpemsi ooreHesa
k1etkn Wolbachia KOHUEHTPHPYIOTCS B OOLIMTAX, NepeatoTesl [0 HAC/EACTBY U HANpaB-
JISIOT Pa3BUTHE 3UTOT 110 2KEHCKOMY TTyTH. TakuM criocoGoM GakTepHs 3aCTaBJ/IsIeT MOK-
PHLL C My?>KCKHM F€HOTHIIOM OTKJIA/IbIBaTh SIHLIA U, TAKUM 06Pa3oM, CJIy»KHTb CPEJICTBOM
cBoero pacrpocrpaHenusi. O6paboTka TKaHeld MOKPHIIbI aHTHOHOTHKOM yOrBaeT Gak-
TEepHIO0, CHUMAaeT ee (heMUHUUPYIOLLIH S(PEeKT U MO3BOJISIET MPOSIBJAATHLCS MeHeTHYeC-
KuM haktopam orpesiesienusi nosia (Juchault et al., 1993; Rigaud et al., 1997a).

[IpuBeneHHble MPUMEPbI MOKA3bIBAIOT, KAK OMOTHUECKHE H aGHOTHUECKHE KOM-
TMIOHEHTBI CPeJIbl BJUSIIOT HA XOJ OHTOTEHETHUECKOTO PA3BHUTHs (peHoTHNa. ABTyCT
Beiicman npusHaBas hopmoobpagytolliee AeHCTBUE Cpellbl JIMLIb B MPUHLMIE, He
CYUTAs! €ro BOJIOLMOHHO 3HAYUMbBIM, B OTJIMUHE OT U3MEHEHHS 3apOibILLIEBOH MJ1as-
mbl (Weismann, 1904). Onnako ceiuac 3aBUCHMOCTb (DEHOTHIIA OT CPeJibl OUeBH/IHA
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¥ o6lienpuHsiTa. JleTH 1 poluTe i TIOX0KH He TOJBKO B CHJTY FeHETHUECKOH 0BIIHO-
CTH, HO U TIOTOMY YTO X HHIMUBHIyaJbHOE Pa3BUTHE TIPOXOIHUT B OJUHAKOBOK CpeJie.
B To ke BpeMsi HeolapBUHU3M, XOTs1 (POPMAILHO He OTPULIAET HOPMY peaKIUH, HU-
KakK He YUHTLIBAET ee CylllecTBOBaHue. DpHCT Maiip npas, Korjia roBOpHT, 4TO CHH-
TeTHyecKasl TEOPHUs IBOJIIOLMH BO3HHKJA HE CTOJBKO 32 CUET HOBBIX OTKPBITHI,
CKOJIbKO 3a CUET 0TKa3a OT HeKOTOphIX cTapbix (Mayr, 1991).

[lo cymiecTBy, HOpMa peakluy oTpaxaeT He-BelicMaHOBCKHIT MOAXOM K MpoGuJie-
Me HacJIe[ICTBEHHOCTH; 3T0 — Jpyrasi, GoJiee oOlasi KoHIeMNyst. Ha moHsituu o Hop-
Me peaKIM{ OCHOBaHbI 3BOJMOIHOHHBIe B3rIsiipl M. M. [lMasnbrayseHa, KOTOpBIi cun-
Taa Teopuio A. BelicMaHa Jioriueckn MOpOYHON H He COOTBETCTBYIOIIEH (hakTam
(manbraysen, 1982, c. 26). Fimenno He-BeiicmaHoBcKast nHTepripeTalysi HacJ/1e/CT-
BEHHOCTH 00YCJIOBHJIA OPHTHHAILHOCTDL paboThl 1lIMasbraysena, HelaBHO CHOBA M3-
JlaHHoH 3a py6exkom (Shmalhausen, 1986).

Cornacho yuenuto M. Y. [lImanbraysena o crabunmsupytoliiem ot6ope, heHOTHIT
¥ TeHOTHUIT OTHOCHTEJILHO HE3aBHCHMBI JIPYT OT JIPYTa, B CHJTY Yero (heHOTHITHUECKHE H3-
MeHeHHsT BO3MOKHBI 6e3 MepecTPOIKH FeHOTHIIA H Ha060POT, M3MEHEHHST YaCTOThI aJle-
JIel, TIOCTOSTHHO TIPOUCXOJISIIIIKE B JIIOGOH TOMYJISILIMY, He BEMIyT K SBOJIIOLMOHHBIM H3Me-
HEHHUsIM HOPMaJILHOTO (heHOTHIA. B HOpMAJIbHBIX YCJIOBUSIX PA3BUTHsI CYLIECTBYIOT JIBA
KpaFHKX CJTydast: YUCTO TeHETHIECKOe U YMCTO CPEIOBOE OTpeiesieHHe TPU3HAKOB, C MOJI-
HBIM PSIIOM MPOMEKYTOUHBIX COCTOSTHHEL. [ IprMepbl UHCTO reHeTHYECKOTO OIpe/iesieH s
JIAIOT MeHJIEeIUPYIOLIHe TTPU3HAKH, YHCTO CPEIOBOTO — MOIHM(HKALIMH, IPHIEM «OTIpe-
JleJieHrie» BOBCe He O3HaYaeT JIeTepMHHALIHMIO B TIOHMMAaHHH BeficMaHa ¥ HUKOMM o6pa-
30M He YKa3bIBaeT Ha IBOJIIOLMOHHBIN TyTh POUCXOXKIEHHST OMpPeJIeIeMbIX TPH3HAKOB.
Ha nene, HaGop BO3MOKHBIX H3MEHeHHE! X0la Pa3BHUTHS JETePMUHUPOBAH OOIIeH KOH-
CTUTYILIMEH 3apoJblliia, ¥ KayKIoe KOHKPETHOE H3MeHeHHe MOYKET ObITh BbI3BAHO KaK H3-
HYTpH, TaK 1 U3BHe. COOTBETCTBEHHO, JUIsT BOJIIOLMH BaXKHBI CBOHCTBA CAMOTO 3apOJIbl-
Ia U He BaXHO, KAKOr0 pola BO3NEHCTBHE MOATOJKHYJIO OPraHH3M K HM3MeHEHHIO
HarpaBJieHus1 MopdoreHeaa.

Bee cyuiectBytolye croco6bl orpeesieHusi MPU3HAKOB SIBJISIOTCS TPOIYKTOM
Tpe/IIEeCTBYIOIIEN SBOJIOIUN U aJANTallMi K KOHKPETHBIM YCJIOBHsIM xKu3Hu (LLIur-
kuH, 1987, 1988a, 19886). B HeoObIMHBIX YCJIOBUSIX CJIOXKHBILIEECS COOTHOIIEHHE
MEXKIy CPeJIO Pa3BUTHsI, TeHOTUIIOM M (PeHOTHIIOM Pa3pyIIaeTcst, U MpeIesbHbIe CITy-
Yau MepecTaroT CylecTBoBath. [ 103ToMy B Mpoliecce IBOJIOLMOHHOTO H3MEHEHHS ec-
TeCTBEHHBIH 0TOOP OMepHpyeT (PEeHOTHITHIECKUMH TTPU3HAKAMH, KaXKIbIH H3 KOTOPHIX
HacJIeJlyeTCst HEYCTOHUHMBO. YCTOHUMBOCTD HAC/IEIOBAHHUS TaK 2Ke MONAeTCs] IEHCTBUIO
0T60pa, Kak JIF060H MpU3HaK opraHuaMa. MToroBbIM pesysisraToM oT6opa CTaHOBUTCS
HaCJIeJICTBEHHOE 3aKpeTyIeHHe HOBOTO alalTHBHOTO (heHOTHIIA.
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HesaBucnumo ot KosmvectBa M yOeANTENbHOCTH BO3PaXKEHUH, BbIIBUIaeMbIX
MPOTHB CHHTETHUECKOH TEOPHH, OHA Oy/eT JOMHHUPOBATh B OMOJIOTHH JIO TeX Mop,
MOKa HeT KOHKypHpytollel napaaurMel. ToJbKo cpaBHeHHe C HOBOH Teopuel Mo-
JKET MPUBECTH K 3aMeHe ycrapeBlled KoHuenuud. OCHOBbI HOBOH TeopuH OyayT
paccMOTpeHbl B Clle/ylollel ryaBe; npezxie HeoOXoAUMOo 00paTUThCs K pobJeme
(heHOTHITYECKOH YCTOHUMBOCTH.

[JIABA 5. YCTOUYUBOCTh ®EHOTHIIOB

®enorun crabuieH, NoCcKoJbKy crabuien ero ontorenes (IIumkun, 1988a).
YCTOHYMBOCTh HOPMAJIbHOTO OHTOreHe3a HJIIIOCTPUPYETCS] XOPOLUO H3BECTHBIM
(hakTOM yMeHblIEeHHs H3MEHUMBOCTH 3apojiblllieil 110 xoy pa3BuTHsl. CylleCcTBYIOT
JIB€ OCHOBHbBIX TOYKH 3PEHHUS HA PUUUHBI OHTOTE€HETHUECKOTO MOCTOSAHCTBA: 1) OH-
TOTe€HEe3 YCTOWUUB a priori, B CUJy TEPMOJMHAMHUYECKHUX TPUYUH — OH COOTBETCT-
ByeT MOTEeHLHANLHON sIMe MPOCTPAHCTBA BO3MOXKHbBIX COCTOSIHUE; 2) YCTOHUHBLIN
OHTOT'€HE3 CO3/IaeTCsl €CTECTBEHHBIM 0TOOPOM, MOTOMY UTO COOTBETCTBYIOLIHH (he-
HOTUIT ONTUMAJIEH 110 MPUCMOCOOJEHHOCTH K cpejie 0OuTaHusl. PaccMOTpUM BbiCKa-
3aHHble MHEHHSI.

5. 1. DEHOTUNUYECKAS CTABUJbHOCTb U MOP®OTEHE3

[TepBasi Touka 3peHusi HauGoJiee OTUETJIHBO pasBuTa B pabotax b. [ynpuna
U ero emdHoMbilIeHHUKOB (Goodwin, 1982, 1985; 1990; 1993, 1994; 1997;
Saunders, 1979; Goodwin, Trainor, 1983; Beloussov, 1993; Goodwin et al., 1993;
Saunders, 1993), paccmaTprBaloOIIUX OPraHU3Mbl KaK JIMCCHTIATHBHbIE TEPMOJIMHA -
MHUecKHe cHeTeMbl. CHCTEMBI TAKOTO POJia BO3HUKAIOT, KOT/Ia CI0XKHast cpejia, Co-
cTosilasi U3 GOJIbLIOTO YMC/Ia HEYMOPSAOUEHHBIX 2JIEMEHTOB, MOJydaeT SHEPruio
H3BHE. DJIEMEHThI CUCTEMBI, MOJYYHB JTOMOJHUTENbHYIO SHEPTHIO, H3MEHSIIOT CBOE
MOJIOXKEHHE B CHCTEME H B KOHIIE KOHIIOB MEPEXO/SAT B Haubojiee TepMOMHAMHYE -
CKH BEPOSITHOE COCTOSIHHE, COOTBETCTRYIOLIIEE MUHHMYMY CBOOOHOK aHepruu. [Te-
pexoji B HauboJiee BEPOSITHOE COCTOSTHHE COMPOBOKAAETCS BbIICJIEHHEM SHEPreTH -
YEeCKHMX H3JIMIIKOB, KOTOpble pacceuBaloTCsi (IMCCHIHMPYIOT) B BHAE Terla.
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Bnaropapst usMeHeHHIO COCTOSIHUS 3J1eMEHTOB B IMCCUNATHBHBIX CHCTEMAX TPOMC-
XOIUT CAMOOPraHu3allusi — CaMOINPOU3BOJIbHOE BO3HUKHOBEHHE YIOPSIIOYEHHBIX,
HanMeHee 3HeproeMkux ctpyktyp (ITpuroxun, 1985; Ilpuroxun, CreHrepc,
1986; Hukouuie, [puroxun, 1990). KonkperHas ¢popma 3THX CTPYKTYp omipejieisi-
€TCsl XapaKTepOM B3aUMOJEHCTBHS 2JIEMEHTOB: OIMHAKOBblE B3aUMOJIEHCTBHS 110-
POXKIAIOT OJIMHAKOBbIE (POPMbI HE3aBMCHUMO OT KauyecTBa 3JEMEHTOB, HarpuUMep
cnupasbHbIH PUCYHOK, 06pa3yeMbiil peakiinell besoycosa-Ka6oTHHCKOTO U MUK-
camebamu Dictyostelium discoideum, cobupaionumucst BMecte jijisi popMUpOBa-
Hust uioioBoro Tesa (benunues, 1991).

JI1o60# pa3BUBaIOLIMACS OpPraHW3M, HECOMHEHHO, SIBJISIETCS] IUCCHITATHBHOM
cuctemoit. CiaieoBatesibHO, MoporeHes HeU30EKHO MpeCTaBIseT co60H KacKal
MoCJ/1e10BaTe/bHBIX COOBITHH, CBOMSILLIMXCS K CaMOOPraHU3alMK yacTel 3apo/pliia,
HauuHasi OT 3aKJaJKH OCHOBHBIX OPTaHOB JI0 olpesiesieHus hopMbl ux yacteid. [lo-
CKOJIbKY Kazkzi0e U3 MoporeHeTHIeCKUX COObITHI MPUBOAUT K 0OPa30BaHHUIO CTPYK-
TYpbl, COOTBETCTBYIOLLEH HEKOTOPOMY MUHUMYMY MOTEHLHAJIbHON SHEPTHH, TO MOP-
horeHe3 B 11eJI0M M0 YHCTO (DU3HUECKUM NMPHUMHAM 3aBepluaeTcss o6pa3oBaHHeM
ycToiuuBoro geHoTuna. Tak oObsicHseTCS YCTOHUMBOCTD TAKCOHOB J1I060I0 paHra:
KOMIIJIEKC THITMYHBIX YepT, UMeHyeMblil «generic form», siBjsieTCs CJIeICTBHEM Ca-
MOOPraHU3alMK KJIETOUHBIX MacC Ha pasHbIX 3Tanax WHIMBHIyaJbHOTO Pa3BUTHS
1 He 3aBHUCHUT OT TpeGoBaHul ecTecTBeHHOro otrHopa (Goodwin, 1994, 1997).

[Tosuuus b. [yaBuHa wittocTpupyeTcsi, HanmpuMep, OHTOreHETHYECKUM Pa3BH-
THEM CXeM (PUJUIOTaKCHCa — PACToJIOKEeHHs JIMCTbEB Ha cTeOJsIX pacTeHuH. 3aua-
TOK OUEpPEJHOro JIMCcTa Beerja obpasyercss Ha HauOoJblIEM YAaJeHHH OT MpexKie
chOPMHUPOBABLIMXCS 3a4aTKOB. DTOT MPOCTOH MOP(OTreHeTHYECKUI TPUHLIMIT 00Y-
CJIaBJMBaeT Pa3BUTHE TEPMOAMHAMHYECKH ONTHUMAaJsbHbIX, HAUMEHEE SHEProeMKHX
pacteHuii. KoHkpeTHast cxema JIMCTOPACIIONOKEHHUS (odepesiHoe, CripalibHOe, My-
TOBYATOE M T. M.) 3aBUCHT OT KOHKPETHbIX YCJOBHH pOCTa, HacJelyeMbIX M HeT
(Douady, Couder, 1996a, 1996b, 1996¢c). Bmecte ¢ Tem, cam MpUHIHI 3aKJIaIKNA
3a4aTKOB SIBHO alaliTUBEH W CPOPMHPOBAJICS NP YHaCTHH €CTECTBEHHOIO 0THOpA.
CHMMETPHUHOCTb OPraHU3MOB — pe3yJsibTaT 0TOopa Ha MUHUMYM MoTpebJisieMoro
BellecTBa U aHepruu (Mopayxaii- bosroekoit, 1936). Besiencrsue 1ol skoHOMUH
JKUBBIE CYIIIeCTBa, Booblle roBopsl, He 6echOpMEHHBI.

OnHako ajanTHMBHOCTb OCHOBHOTO MOpPQOreHeTHYECKOro MNpHHLKMNA —
He elMHCTBeHHOe BospaxkeHue b. Tynsuny. [opasno BaxkHee coBeplleHHO OUeBH/IL-
HbIH (akKT, 4To U3 JOOOr0 IUKOTO BUlIA MOXKET ObITh HCKYCCTBEHHO BbIBEJICHO OT-
pPOMHO€E YHCJIO TOPOJl, COPTOB W TPOUMX «MYTAHTOB»: (PEHOTHIIbI, YCTOHUHBbIE
B IPUPOJIe, HEMEJIEHHO TEePSIIOT 3Ty YCTOHYMBOCTb B YCJIOBHUSX JOMECTHKALHUH.
CirienoBatesibHO, MOpdoreHeTHUECKasi CaMOOPTraHU3aLUsl He SIBJSETCS] ePBUYHOM
MPUUMHON (DEHOTHUITUYECKOTO MOCTOSIHCTBA.

3/ech HET MPOTHUBOPEYHSI C TePMOAMHAMHUKON. Karkiblil MHIMBHIyasbHbIH
OHTOTeHe3, 6e3 COMHEHHUSI, TPOXOJUT Uepe3 MHOKECTBO aKTOB CAMOOPraHU3aLMH
¥ 3aBepluaetcss eHOTHIOM, COOTBETCTBYIOLMM OJHOH M3 MOTEHLHANbHBIX M
B MIPOCTPAHCTBE MOpgoreHeTHUECKUX Bo3MoxKHOCTel. OJIHAKO peaJsibHble opra-
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HU3Mbl MHOTO CJIOXKHEe, UeM MOJIeJH, nipejyiaraembie b. [yaBuHOM B noaTBep:K-
JleHHe ero TOUKH 3PeHHUsi Ha MPUIUHBI PeHOTUITMYECKON YCTOHUMBOCTH. Kax bt
OT/IeJIbHbIH MOphOreHeTHUECKUH TTPOollecC MOTEHIMANLHO MOXKET TIPUBECTH K OJ1-
HOMY M3 orpaHudeHHoro Ha6opa cuHasbHbIX cocTosiHui. [Tockosbky hopmupo-
BaHHe 1eJIOr0 OpraHu3Ma BKJIIoYaeT GOJIbIIIOe YUCJIO TPOIEeCCOB, TO OPraHU3M
HUMeeT BO3MOXKHOCTb PAa3BUTHCS HE B OJIHO-/IBA, @ BO MHOYKECTBO COCTOSIHHH, CO-
OTBETCTBYIOIIUX sIMaM Pas3HOi TyOHUHBbI. B TeueHHe CUMTAHHBIX MOKOJEHUH 3TO
MHOXKECTBO MOKeT ObITh €/1Ba Jii He GeCKOHEUHO yBeJIHUEHO CKpelUBAaHUSMU
pasHbIX (PEHOTHUIOB, H3MEHSIOIIUMU CTPYKTYPY MPOCTpaHCTBA MOpdoreHeTHIEeC-
KnX Bo3MoxkHOCTeH. Hukorna Hesb3st 3a6bIBaTh, UTO 0TOOP — He TOJILKO COXpa-
HeHHe OJIHUX U YHUUTOXKeHHe JIPYruX (PeHOTUIIOB, HO U MOC/e/lyIolllee CKpellyuBa-
HUe OocCTaBIlUXCs ocobeil, cosnatolilee HOBoe 6oJjiee WJIH MeHee MIMPOKOe
paszHoo6pa3ue MOTOMCTBA (HMJTIOCTPALHIO Upe3BbluaiiHbIX (hopMo0o6pa3oBaTeib-
HbIX BO3MOXKHOCTEH 0TGOpA MPeCTaBIsIOT JOMalllHiE YKHBOTHbIE U KYJILTypHbIE
pacreHust).

[Tocnentee coobpakeHne HUKaK He yuTeHo B paboTax b. [ynsuna u ero coas-
TOPOB, KOTOpbIE CYUTAIOT, UYTO €CTECTBEHHBINH OTGOP JIHIIL OTCEUBAET YacTh (PeHO-
THUIOB U [T03TOMY SIBJIsieTCst TIpeHe6pesKUMO c1abbiM haKTOPOM SBOJIOLMOHHBIX U3~
meHeHHnid. CooTBeTCTBeHHO, Npeobpa3zoBaHue MopdoreHesa Toj JeHCTBHEM
or6opa He pacCcMaTpHUBAETCS, UTO SIBJISIETCS OUEBHIHBIM CEPbe3HBIM HEJJOCTATKOM
06CcyKnaeMoil KOHUEMIHH.

B peasnbHOCTH, IpHpoHOe pazHoo6pasre orpaHHueHo He CTOJIbKO Mopdore-
HEe30M, CKOJIbKO eCTECTBEHHBIM OTGOPOM, KOTOPBIH He JI0MyCKAeT /10 pa3MHOXKEHHsT
ocobell, CyllleCTBeHHO OTJIMYAOIIMXCSI OT HopMaJsibHOTO eHoTuna. CrenoBaresib-
HO, TPUUHHY (heHOTHMUUECKOH YCTOHUMBOCTH CJIeIyeT HCKATh B 0TOOpE.

5. 2. PEHOTUNUYECKAS CTABUJIbHOCTb
W ECTECTBEHHbIH OTBOP

OnrtumanbHOCTh (PEHOTUIIOB ¢ TOUKH 3PEHHs] eCTeCTBEHHOro oTdopa — oc-
HOBHOE TI0JIOXKEHHE TEOPHH ONTHMaJbHOCTH (optimality theory). Dta Teopus co-
CTaBJIsIeT MpeMeT BEKOBOH IUCKYCCHH, TPOJOJIKATOLIelCs U B HallK 1HH. CTOpOH-
HUKHM ONTHMaJIbHOCTH HCXOIST M3 IpeJCTaBJieHHs] 0 CTaGUIU3HPYIOLIeM OTOOpe:
MIOCKOJIbKY CPeJiil TIOTOMCTBA OJHOH Mapbl KMBOTHBIX Pa3MHOXKAIOTCSI B CPeIHEM
TOJIBKO JIBe 0COGH, TO TPEANOoJaraioT, 4YTo 3TH 0COOU MPUCNOCOGIeHbl K 3aHUMae -
MOl HHIIIe JIyyllle IpYTuX. B HOpMaJsbHON CUTyallii pa3MHOKAIOIIHecs: 0COOH CO-
OTBETCTBYIOT IMKOMY THITy — CTaHAAPTHOMY (peHOTHITY JaHHOH nomnyJisiud. Peno-
THIIbI, OTJIMYAIOIIMECs] OT CTaHAApPTHOro, He AaroT notomcrBa. CJiefoBaTesbHO,
JMKHE THIT MOXKHO pacCMaTPUBATh KaK ONTHMaJIbHbIN, KOTOPBIH TIPU AAHHbIX YCJIO-
BHSIX CyLIleCTBOBAHHUSI HeJIb3s1 U3MEHUTh 63 CHUKEHHUsT TPUCTIOCOOMEHHOCTH.

MO2KHO TIPEJIIOJIOKHUTD, YTO ONTHMAILHOCTh IMKOTO THIA 00YCJIOBJIEHA TEM,
YTO €ro (PyHKIMH JAI0T HeOOXOIUMBIH pe3ysbTaT ¢ HAUMEHbIINMH SHepro3arpara-
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MH. DTO MPEANoJoKeHHe MPUBJEKATeJNbHO, MOCKOJbKY M03BOJSET PACCUUTATDH
1 00BSICHUTb HEKOTOPbIE MapaMeTpbl OPraHU3MOB W MOMYJISILHMIH, UCXOIs U3 arpH-
OpHBIX 061X coobGpaxkenui (Maynard Smith, 1994; Alexander, 1996). Hanpu-
Mep, pas/iMuHble PEXKUMBI M0J1eTa NMTHL XapaKTEePU3YIOTCs CKOPOCTSIMHU, TIPH KOTO-
pbix o6lHe 3HeprozatpaThl MUHHMAaJbHBI (Hedenstrom, Alerstam, 1995). Xonb6a
C pas3Ho# cKopocTbio TpeGyeT napamMeTpoB Liara, COOTBETCTBYIOLIMX HAUMEHbLLIUM
3aTpartam Ha nepeapmxkenue (Minetti, Alexander, 1997). [1pu BbINoJIHEHUH pa3HO-
006pa3HbIX AeHCTBUI pyKa YesoBeKa MnepeMeliaeTcs o HauboJiee sHeprocbepera-
oM Tpaektopusm (Alexander, 1997). [To-BuarMoMy, Tak e JIETKO ONTHMH3H-
PYIOTCS TPU3HAKH, OMUCHIBAIOLLME TTOMYJISILMIO B 11€JIOM: pacrpefieseHue GopKeTa
BpeMeHH MeXKy KOpMJIEHHEM, pacce/ieHHeM U Pa3MHOXKEHHEM, KOJIMYeCTBO H pas-
Mepbl poxaatolerocsi noromcta. [logo6HbIM npobaeMaM NocsillieHa 0GLLIMpHast
qureparypa (Stearns, 1976, 1992; Parker, Maynard Smith, 1990; Charnov, 1993;
Bulmer, 1994; Dixon, 1998).

Bwmecte ¢ TeM, peayKuusi TMIIOTE3bl ONTHMAJIBHOCTH 10 OTAEIbHBIX (PYHKIUHH
BCTPEYaeT BeCKOe BO3paxKeHHe CO CTOPOHbI (DYHKLHOHAJIbHOH MOpQOoJoruu
(Gould, Lewontin, 1979; Liem, Wake, 1985; Gans, 1983, 1988, 1993). MHorue
(ecsii He BCe) CTPYKTYpbl OPraHU3Ma UCMOJIb3YIOTCS WISl BbITIOJMHEHHS HECKOJBKHUX
dyukuuit (Cepepuos A. H., 1939; Macnos, 1980; Cesepiios A. C., 1999). Ecre-
CTBEHHO, UTO pa3Hble (yHKLHH UMEIOT pasHble ONTUMYMbI M MPEAbSIBISIOT pa3Hble
TpeGOBaHUS K BBIMOJHAIOLIEH HX CTPyKType. [loaTomMy opranbl B o0lueM cjydae
UMeloT hopMy, He HeOOXOMUMYIO JUIsl MeabHOTO HCIOJHEHUS KaxKI0H (PyHKLHH,
a JIMLb JIOCTATOYHYIO WISl OCYLLECTBJIEHHs] XKH3HEHHOTO LMKAA. DTa KOHLEMNLHS
6U0JIOTHUECKON afanTallud HOCHT Ha3BaHue ajnekBatHoctH (Gans, 1991, 1993).
DKoJIorHY€eCKas afleKBATHOCTD M103BOJISIET OPraHW3MaM Mopoi 06UTaTh B, Ka3aJloch
Obl, COBCEM HEMOIXOASLIMX YCJ0BUsAX. JII0OOMBITHBIA NPUMep TOBEAEHHUS, 1aleKo-
ro OT 0XKMaeMoro o6pasa »KH3HH, 1al0T 0ObIYHbIE KO3bl, KOTOPbIE MPH HEA0CTaTKe
NpearnoyuTaeMoro KopmMa B3OUPAOTCsl U MacyTcsl Ha JePeBbsIX, Mepexojis ¢ BeTKH
Ha BeTKy, IPUUeM 3Ta MoBajKa BcTpeyaercst BcecBeTHO: B CeBepHoil Adpuke (I1e-
Huomxkek, 1977), na lapaiisix (D. Millard, nuunoe coobienne) u Ha KaBkaze
(cm.: @. Uckannep «Canppo u3 Herema»).

KoHuenuusi anekBaTHOCTH OTpaHMUMBAET MPHJIOKHUMOCTb THIIOTE3bl ONTH-
MaJIbHOCTH K OTpe/Ie/IEHHIO OTEJbHbBIX TapaMeTpoB, MpexKe Bcero MopgoJoruye-
ckux. HauGoJsiee npocra cutyauusi, Koraa opras, BbIOJHSIOWME 1Be PYHKLHH, 06-
JlaaeT MopgoJIoTHEH, NPOMEXKYTOUHOH MexIy AByMsl onTuMymamu. Hanpumep,
YHCTHKOBbIE MTHLBI HCIOJb3YIOT B3MAXH KPbIIbEB YISl NepeMeLIeHHsT He TOJIBbKO
B BO3/lyXe, HO U mnoJ BojoH. Bona v Bo3ayx — cpesibl pa3HOM MJOTHOCTH, OINTH-
MaJibHasi JIOKOMOLIMSI B KOTOPBIX TpeOyeT KPbLIbeB PasHbIX pasMepoB: OOJbLINX
B BO3/lyXe W MaJIeHbKHX B BOJIe, YTO OTUETJIMBO BUIHO HA NPUMepax NTHL, Y3KO crie-
LIHAJIM3UPOBAHHbBIX HAa MaLIyLLEM T10JIeTe B BO3/yXe U B BOJIE, HArpumep ajbbaTpo-
COB M MUHTBUHOB. UUCTHKH, KaK FeHEPaJMCTbl, UMEIOT KPblbsl TPOMEXKYTOUHOTO
pa3mepa, KOTopble M03BOJISIIOT UM I1J1aBaTh U JIeTaTh, Je/1ast TO U IpYroe Xyxe, uemM
crieuaaucTol. MHBIMU ¢jioBaMH, MOPQOJIOrUsl KpblJIbeB YHCTHKOB TPEACTaBISET
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co00i1 aIaNTUBHBII KOMITPOMHCC MEXK]Ly MOJIETOM U TJiaBaHueM. Komrpomucc Bo3-
HHUKaeT TOTr/a, KOrja nose3Hoe U3MeHeHHe OHOH (DYHKLMH BbI3bIBAeT 00lllee CHU-
JKeHHe TIPUCroco6eHHOCTH U3-3a yXy/ulleHus Ipyrux ¢yHkiui (Pacaupin, 1987;
Stearns, 1989). [Tostomy B 06111eM ciiydae ONTHMH3UPYETCS He KaXK/1ast OTebHast
(hYHKLHSI, 2 KOMITPOMHCCHOE COCTOSIHHE MEXKITY HUMH.

OpHaxnbl ONTUMU3MPOBAHHBIH KOMIIPOMMCC 3anpellaeT u3MeHeHne Mopdgo-
JIOTHH, siBJIsISiCh HauboJiee 0611l TPUIMHON CTaGUILHOCTH IUKKX TUTIOB (PacHu-
1biH, 1987). DBosoupyioliye opraHui3aMbl MOTYT MPEOJIOJEBATL ITOT 3aMpeT, YT-
paunBasi oTAeJbHble (DYHKUMH B XO/le 3IKOJOIMUECKOH creluan3aiuu Jaubo
pasnedisisi GyHKLUMH MeXKy OpraHaMu, Mexay (hasamMmu }KH3HEHHOTO LKA, MEXIy
0CO0SIMU MONYJISILMH, UK 10BEPSIs BBIMOJHEHHE YaCTH (PYHKLIMH CBOeMy GHOTHYE-
cKoMy U abuoTtuueckomy okpyxkenuto (Cesepiios, 1939; Matsees, 1945; Bopon-
1oB, 1967; Kokmaiickuii, 1997). Yrpata (niu BpeMeHHOe «BbLIKJIOUEHHE») Ka-
KOH-JIMO0 (YHKUMH [O3BOJISIET JOMOJHHUTEJBHO ONTHMH3MPOBATL OCTaBLIHECS
(Pacuuupin, 1987).

[To sToil npuynHe PyHKUHMOHAIBHO ONTHMAJIbHbIE MOP(OJIOTHYECKHE CTPYK-
Typbl Yaule 0GHAPYKUBAIOTCS Yy IKOJOTHUECKH CMELHaIH3HPOBAHHBIX XKHUBOTHBIX.
Haub6oJiee sIBHO 3TO BUAHO Ha MPUMepe, KacalolleMcsl NapaMeTpoB KOCTel KoHeu-
HOCTell MJieKonuTatoluX (cM. leTanbHoe o6cyxnenne B: Kokmaticku, 1988a nan
19886). MuekonuTaioliye pa3iudHbIX OTPSJIOB TEOMETPUUYECKH TMOA0GHBI APYT
Jpyry. ITo 03HAYaeT, YTo hopMa UX Tesla CPaBHUTENbHO OMHAKOBA, BJaronaps ye-
My BeC MJIEKOTHTAIOLMX YBEJUYHBAETCS MPOMOPLUOHAIBHO KyOy JIMHEHHbIX pas-
MepoB. CiiefioBaTesIbHO, JIMHEHHBIH pa3Mep (Harnpumep, JUIMHA KOCTei ) MPOnopLHu-
oHaJsieH Becy Tesia B cteneHn 0,33. DT1a KoppeJisiliis CTaTUCTHUECKH 10CTOBEpHA
B pa3MepHOM JIMarnasoHe OT 3eMJepolKu 0 cjioHa (puc. 5 A) (Alexander et al.,
1979) u otpaxkaer, 1o Bceil BUIMMOCTH, 061IHe TpeGOBaHHUS €CTeCTBEHHOTO 0TGO-
pa K uetBepoHoro# Jokomounu (Kokmaiickuii, 1988a, 19886 ).

Bwmecrte ¢ TeM, 3aBUCHMOCTb JIMHEHHBIX pa3MepPOB OT Beca UMeeT pasHblil xa-
pakTep B pa3HbIX oTpsiiax (puc. 5 A), GyLydn pu 3TOM Tak:Ke BIIOJIHE CTaTHCTHYE -
CKH JIocTOBepHOH. Pasnuua koppesiuil oObsicHsieTcsl pas/iMunsiMi B 00pase »Ku3-
HH M CBSI3aHHOM € HMM MopcoJioruyecko crneunduke ckeneroB. Ckaxem, y
00€3bsH, XKUBYLLMX HA J€PEBbSX, KOCTH PYK HCIMBITIBAIOT HaUGOJbLIHE HATPY3KH
npu pactsikenuu (puc. 5 B). Hanportus, 6er HazeMHbIX MJIEKOMUTAIOLIMX TPEJITIO-
JlaraeT C;KUMAIoLLylo Harpy3Ky Ha repeiHhe KOHEUHOCTH, KOTOpasi MakcHMaJbHa
B MOMEHT MPHU3EMJIEHHUST B KOHLE KaK/IOT0 JIOKOMOTOPHOTO LuKJ/Aa. [1pn 3TOM Mes-
KHe MJIEKOTUTAIOLLHE MTPE00JeBalOT BO3HHKAIOLLYIO HATPY3KY B OCHOBHOM 32 CUET
YIPYrOCTH MBILIILL U CyXOXKUJHH (puc. b B); mostomy dopma ux Kocrel ykiajabBa-
eTcsl B oflllee reoMeTpuyeckoe nogobue kjaacca. B oTinuue oT MesKux, MHOTHE
KPYIMHbIE MJIEKOMUTAIOUIHE NPU3EMJISIOTCS HA BbINPSIMJIEHHbIE TepeHHe KOHEYHO-
CTH, TIlepeHocst Harpy3Ky ryiaBHbIM 06pa3om Ha KocTd (puc. b I'). B ocob6enHocTn
9TO XapaKTEPHO ISl MAapPHOKOMNBITHBIX U HEMAPHOKOMBITHBLIX (CM. PErpeccuto s
AHTUJION U UX POACTBEHHUKOB ceM. Bovidae Ha puc. 5 A). BosbuvHcTBO NMpencTa-
BUTEJIEH 3TOrO TAKCOHA OOUTAET HA OOLLIMPHBIX OTKPBITBIX TPABSHUCTBIX NPOCTPAH-
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Puc. 5. 3aBUCHMOCTb NPU3HAKOB (PEHOTHNA OT (PYHKLHMOHAJIBHBIX OCOOEHHOCTEN KHBOTHbIX.
A) Koppe.isiLiist napaMeTpoB CKeJsleTa i Macehl TeJ1a y padHbIX MJIEKOIHTAIOLHMX B HHTEpPBAJIE OT
3emJiepoitkn Sorex j10 ciona Loxodonta. LLITpuxoBoit inHKeil BblieJIeHbl PErpeccri st Mpu-
MaToB 1 aHTHJIoM. [To ropusonTann — macca Tesia (Kr), o BepTHKaJIH — JYIMHA MJ1eueBoi Ko-
cti (Mm). b—T") JlokomoTopHble ocoGeHHOCTH MJeKonuTaolux: ru66oHa (B), kpbickl (B)
u sowanu (I). J1) HanGosee oGbrunast popma assiomeTprueckoit 3aBHCHMOCTH MOPhO-(yHK-
LIMOHAJILHOTO NapaMeTpa (110 BePTHKAJIH ) OT MacChl TeJ1a (110 FOPU3OHTAJIH ) VISl CTAPLLEro TaK-
coHa (CIJIOLIHAS JIMHUST) M MOAYHHEHHBIX TPy (LUTPUXOBAS JIMHUS ). XapaKTepHO, UTO B T1pe-
Jleslax 3aJaHHOrO HHTepBasia 3HaueHHil Macchl MOPGO-(yHKLUHOHAIbHBIA Napamerp GoJee
u3MeHuMB y BU0B crapluero takcona (DPT > DPg), Torna kak B npejiesiax oiHoro auanasoHa
3HaueHHil mapameTpa macca 6oJiee U3MEHUYHBA B paMKax nojunHeHHo# rpynnsl (DMg > DMT).

[TonpoGroctu B Tekere. [To: Alexander et al. (1979) u Kokuaitckuit (1988a).
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CTBaX, IJle TPABOSIAHOMY *KUBOTHOMY, He o0JazaionieMy 3ppeKTHBHbIMU CPeCTBa-
MH HanaJeHUs ¥ 3alUTbl, HEOOXOIUMO yMeThb ObICTPO U o/T0 GeraTh. CrieLrasu-
3auus Ha Oere BbIpaxkaeTcsl B psiie MOP(O-(yHKIMOHANBHBIX MPUCTOCOOEHHE:
HarpuMep, B OUeHb XapaKTEPHOM CTPOEHHH CYCTAaBOB, KOTOpOE He JIONYCKaeT Kpy-
TUJIbHBIX IBMKEHHH THIIAa MPOHALMK U CyNMUHALMK. Takue cycTaBbl Ie/1aloT KUBOT-
HOEe BO MHOTHMX CHTyalMsIX HEYKJIOXKHM: BCe 3HAIOT, KaK sIBHO HEJIOBKM KOpoBa
1 JIOLLI/Ib, TIbITAIOLIMECS JIeUb Ha 3eMJII0 JIMOO NOAHATHCS HA HOTH. B TO ke Bpemsl,
CyCTaBbl KOMbITHBIX, MO3BOJISIIOLLME HOTE IBUTATHCS TOJILKO BIIEPE U HA3al, sIBJIS-
I0TCS FapaHTHEH OT BBIBUXOB M OUeHb HalexKHbl Ha Gery. pyras azantaiius K Obic-
TPOH Ha3eMHOMU JIOKOMOLIMH BbIPaxKaeTcsl B BBIMPSMJIECHHH MEPEIHUX KOHEYHOCTEH
B (haze Mpu3eMJIeHHs], YTO B CBOIO ouepelb, 00yC/laB/AHBAaeT creluduyeckoe
(1. H. ynipyroe) nopo6ue KocTel 3THX KOHEYHOCTEH, IOCTOBEPHO OTJHYHOE OT 06-
111ero MoJ0GHsT CKeJIETOB JIPYruX MaeKonurawmux (puc. 5 A) (McMahon, 1975).

Passinune B nopo6uu, onuckiBatolleM Gopmy CyllecTB B Mpejiesiax TaKCoHa
1 MOIYMHEHHBIX IpyNn — Booblle 00blyHOE sIBJieHHe B OMOJIOTHH, OTpazkarollee
Pa3HyI0 9KOJIOTHYECKYIO CrelMaau3aliiio NOAYHHEHHBIX TAKCOHOB. YeM MeHee 3Ko-
JIOTUYECKH OJIHOPOJIEH CTapUINi TAKCOH, TeM 0oJiee CyLIeCTBEHHbI PA3JIHUHs MEX-
Ny oflleldl W 4acTHbIMH KoppeJssuusaMu. [Ipn 3ToM yacTHble perpeccHd 0ObIYHO
HMetroT MeHblIHil HakjoH (Gould, 1975; Lande, 1979; Heusner, 1982; Alexander,
1985; Reiss, 1989; Worcester, 1996). 9To BbIJISAUT BIOJHE €CTECTBEHHO, T. K.
MU3MEHUYHBOCTb OTJEJbHBIX NPU3HAKOB B Ipefesax MOAYHHEHHbIX IPyN MeHbLe,
YeM M3MEHUYHMBOCTb 3THX K€ TPHU3HAKOB Ha ypoBHEe cTrapuiero TakcoHa. Bmecre
C TeM, MEeHbLUHI HAKJIOH YaCTHBIX perpeccHil yka3blBaeT U Ha Gosiee GHOJIOTHYeCKH
cojlep>KaTesIbHyt0 3aKOHOMEPHOCTD: B OIHOM M TOM Ke HHTepBaJie 3HaYeHHH J1t060-
To HCCJIeNyeMoro npuaHaka (puc. 5 1, mo Beptukaiu) aGCoMOTHBIH pa3Mep U Mac-
ca ocobell B TIOJUMHEHHOH TpyIre BapbUPYIOT 6oJiee 3HAYUTEJBHO, YeM CPeU re-
HepaJM30BaHHbIX MpPEACTaBUTE/EeH CTapulero TakCoHa. DTO MOXKET CJYKHTb
WJIIOCTPaLMel pacnpoCcTpaHEHHOTO MHEHHUS 0 Godibliel 3(h(heKTHBHOCTH Crienua-
JIM3UPOBAHHBIX (POPM MO CPABHEHHIO C reHepalM30BaHHBIMH: PH (PUKCHPOBAHHOM
3HaYeHUH MOPPO-(YHKUHOHANLHOTO MapaMeTpa ClelHauCThbl CNOCOOHBI H3BJIEYD
U3 9KOCHCTEMbBI 0JIblllee KOJIMUECTBO PECYPCOB, YTO MPENOCTAB/SET UM BO3MOXK-
HOCTb JlaJIbHeM1LIel ananTHBHON paadalldy U IMBEPreHLUH 110 pasmepy.

Passinuus B xapakrepe KoppeJisiiii PU3HAKOB, OTMeUaeMble B Pa3HbIX TaK-
COHax, TOBOPSIT O TOM, YTO MOPOJIOrHsl KaxKI0ro opraHa orpeiessieTcs KOHCT-
pyKUHeH, 21eMeHTOM KOTOPOH OH COCTOUT, U CTOCOOOM yrnoTpeOJseHUsT 3TOH KOH-
CTPYKUHMH B »KHU3HU. [lo 3TOH mnpuHuMHE BO3MOXKHOCTb ANpPHOPHOrO pacyeTa
MOPOJNOrHYeCcKUX apaMeTPOB OrpaHHyY€eHa, 1axKe eCi HHTePeCyoLIUi TPU3HaK
6osiee-MeHee MOHO(MYHKIHOHA/MEH (0iHa (DYHKLMS HMeeT peluatollee 3HaUeHHUe,
oCTaslbHble — MOAYHHEHHOe). 3Hasi TpeGOBaHUSI KOHCTPYKLHMH K J1€MEHTY, MOXK-
HO paccuuTaTb ero oNnTHMaJsbHylo (OpMy H, COOTBETCTBEHHO, AaTh ajaantaluo-
HHUCTCKOE 0ObsICHEHHE 3BOJIIOLMOHHOIO CTaHOBJEeHUs 3Tol hopMbl. OfHAKO Teo-
pHsT ONITUMAJILHOCTH HUYET0 He CKaXKeT O NPOUCXOXKIAEHUH CaMOH KOHCTPYKLIHH —
MPOUCXOXKIIEHHH THIA, 8 UMEHHO 3TOT BOTIPOC SIBJISIETCS BasKHEHLINM B BOJIIOLHU -
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OHHOU MOP(OJIOTHH, TOCKOJbKY HMEHHO THIT ONpe/ieisieT YCI0BHs (yHKLMOHUPO-
BaHHSI OPraHOB M, COOTBETCTBEHHO, KOHKpPETHbIE 3HAUEHHST MOP(OTOrHUECKHX Na-
paMeTpoB.

Pestomupyem coznepkanie 9Toro pasjesa B BUe HauMeHee NPOTHBOPEUHBOH
TUIOTE3bl, TPUMHUPSIIOLLEH KOHLETIMH SKOJOrHYECKOH ONTUMabHOCTH U alleKBaT-
HocTH (peHotunoB. Co3nabasi AMKUH THIT, CTaOUJIH3UPYIOLIUHA OTOOP MUHUMH3HPY-
eT oOUlyl0 HEProeMKOCTb XKH3HEHHOTO LMKJA: 0COOM, pacXoiylollhe B LEJOM
MeHbllle Heprul Ha 1oObIBaHKHE MULLK, H30eraHue BparoB U pa3sMHOXKeHHe, B paB-
HBIX YCJIOBHSIX B CPEIHEM OCTABJISIIOT GOJIbLIE TOTOMCTBA U, TAKHM 06pa3oM, sIBJIs-
totcst 6oJiee pucrniocobeHHbIMU. B pedysbTare cyMma sHeprosarpar Ha ocylile-
CTBJIeHHE BceX (DYHKLMH AMKOro THMA OKa3blBAaeTCs HaUMEeHbLIEH M0 CpaBHEHMIO
¢ GJIM3KUMH (DEHOTHUITUYECKUMH COCTOSIHUSIMH. B ofulem ciyyae MHHUMAaJbHAs
9HEProeMKOCTb JIOCTHUraeTcsl KOMIIPOMHUCCHOH opraHu3atieil heHoTHna: Kaxnas
CTPYKTypa He GoJiee 4eM J0CcTaTouHa (a1eKBaTHA ) 1S BLITIOJHEHHS KaXKII0H U3 CBO-
UX (PYHKIIHH.

Komnpomuce Mexkty pyHKUMSIMH, JOCTHTHYTBIN B MpeiesiaX JaHHOH aianTHB-
HOH 30HBI, SBOJIOLIMOHHO CTaOWJIEH W COXPaHSIeTCsl CPABHUTEJNbHO HEU3MEHHBIM
B TeUEHHE 3HAUMTEJIbHBIX MPOMEXKYTKOB BpeMeHH, o0yciaBiuBasi cTabUIbHOCTD
TUITMYHOH MOP(OJIOrHyecKoil opranusauuu TakcoHa. C TeueHHeM BpeMeHH Heojl-
HOPOJIHOCTb alaTUBHOKN 30HBI MO2KET NPOBOLIMPOBATH POPMHUpPOBaHHE paszHooOpa-
3Usl B Tpejlesiax TaKCOHA 3a CYET IKOJOTHYECKOH Crelraqu3alud NoAYHHEHHBIX
rpynn. Crienua/usanys oAYMHEHHbIX TAKCOHOB HA 9KCIUyaTallik KaKoi-To 4yacTH
pecypcoB cBsI3aHa ¢ U3MeHeHHeM OasiaHca poJiel, KOTopble OTAesbHble (QyHKIHH
UrpaloT B XKU3HEHHOM LMKJe. DYHKIMH, OCYLIECTBJIEHHE KOTOPBIX HE MPUBOAUT
K T10JIy4eHHIO JIONIOJIHHTEbHON 3HEPruH, yTpauuBaloTcs. PYHKUMH, HA KOTOPbIX
OCHOBaHa 3KCIJIyaTalusl JaHHOTO pecypca, JOTMOJHHUTENbHO ONTUMH3UPYIOTCS
3a cyeT yTpadyeHHbIX. [ToaToMy (heHOTHIBI crielrasu3upoBaHHbIX BHAOB HMEIOT
6oJibllle ONTHUMAJbHBIX W CYOONTHMAaJbHBIX MPHU3HAKOB, YeM IeHepaju30BaHHble
(heHOTHIbI, TIPU3HAKH KOTOPbIX BCETO JIMLIb aleKBaTHbI TpeGOBAHUSM 0TOOPA.

M3 13/10:KeHHOTO He cJlelyeT, YTO crielMau3allusl BCeria ConpoBoKIaeTcs
OTHOCHTEJIbHBIM YIPOLLIEHHEM OpraHu3alink (cM. oOpaTHoe yTBepxKaeHue B: Kpa-
cusoB, 1984). Iuddepenuunanuss n3bpaHHoid (YHKIHM W BBHIMOJHSIONINX €€
CTPYKTYpP MOTYT MPHUBECTH K CTAaHOBJEHHIO GoJiee CJA0KHOH OpraHu3alMH, yem
y 9KOJIOTMYECKH IeHepasii30BaHHbIX NpeikoB. Hanpumep, cnenunanusauus npesu-
KOB MTHL, Ha MallyllleM MoJeTe Bbl3Basla PEAyKUHI0 MHOIMX CTPYKTYp (3y0oB,
naJsibleB 1nepeaHel KOHeYHOCTH U 1p. ). OnHako 3To HeboJblIoe yrpollieHHe Obl-
JIO ¢ U3OBITKOM KOMIIEHCHPOBAHO POCTOM CJIOXKHOCTH, CBSI3@HHBIM C MPOHUCXO0XK-
JIeHHEM CJIO}KHOTO MepbeBOro MoKpoBa, HEPBHOM, KPOBEHOCHON W AbIXaTesbHOH
cucrem (Paytnan, 1988).

Hrax, HopMasibHblil peHOTUT NpeacTaBisieT co00H ananTHBHbBIN KOMIPOMHUCC
(DYHKLMH, ONTUMAJbHBIH B OTHOLIEHHH SHEPreTHUYeCKOH CTOMMOCTH »KU3HEHHOTO
ukia. EcrectBeHnblit oT60p co3naer Hanbosiee SKOHOMUUHBIE (heHOTHI, MTPpeos-
paayst GOpMHUPYIOLLMI €ro OHTOreHe3 TakuM 06pa3oM, YTO B IAHHOH cpejie Pa3BH-
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THsl JaHHBIH (DEeHOTHIT pa3BHUBaeTcst HauboJiee YCTOHUMBO, a OHTOTeHETHUECKHe
abeppallii BO3HUKAIOT C HaUMeHblllell yacToTol. PakTHIecKH, yCTOHUNBOCTD (e-
HOTHMA — TO e, uTo ero agantuBHocTb (1LIumkun, 1988a).

Kak c/ienctBre, HOpMaJIbHBIE OHTOTEHE3 KaXKIOH MOMYJISIIIMH TAKKe ONTHMA-
JIEH 10 KOJIMYECTBY BEILIECTBA M SHEPTHH, HEOOXOIUMOMY JUIsl OCYLIECTBJIEHUST ITO-
ro oHrorenesa (Jlekssuutoc, 1986). [Tocnennee nosoxenue oueHb 6JM3KO K B3NS -
nam b. [yneuHa, o6¢y:KnaBIInMes B Hauasle IIaBbl, XOTsI PACXOIUTCS C HAMH B OTHOM
BeCbMa CyIIEeCTBEHHOM ITyHKTe: OHTOreHeTHUECKasl YCTOHMUMBOCTb, SIBJISTIONIAsICS] He-
0OXOIMMBIM yCJIOBHEM (OPMHUPOBAHUS CTAHAAPTHOTO TUKOTO THIA, — He H3Ha-
yajibHOe CBOMCTBO HHAMBHaJ bHOTO PA3BUTHSI, a Pe3yJsIbTaT IeHCTBHsI 0TO0pa B XO-
Jie TIPUCIIOCOOJIEHHsT TIOMYJNSIMA K Pa3BUTHIO M 2KU3HH B KOHKPETHBIX YCJOBHUSIX
cpefibl. COOTBETCTBEHHO, MOYKHO 0XKHIATD, UTO H3MEHEHHE YCJOBHI Pa3BUTHS GyIeT
BBI3bIBATH HapyllleHHe HOPMaJLHOTO X0/la OHToreHe3a. Ha 3ToM ciiecTBUH Mbl TTe-
PeXO/IM K pacCMOTPEHHIO OCHOB HOBOH TEOPHH IBOJIIOLNH.




[TIABA 6. QIINC'EHETUYECKAA
TEOPUA 9BOJJIIOIINU

Cucrema B3TJIS0B, ajbTepHATHBHAs HEOJAPBHUHU3MY, C(hOPMYJMPOBaHA
M. A. [umkunsiv (1981; 1984a; 19846, 1987, 1988a, 19886) na ocHoBaHuH
uner M. Y. llmanbraysena (1946) u K. Yonuunrrona (Waddington, 1957b, 1975).
DTa KOHUENUUS HOCHT Ha3BaHUE NUeHeMULEeCKOl meopull 380A104UL.

6. 1. OCHOBHbIE MOCTYJIATbI

Jsoaloyua — 3To npolecc MpeoGpa3oBaHUsl TakcoHOB. bBuosoruyeckue
TAKCOHbI MPECTABISAIOT COO0H B GOJbLIEH UK MEHbILIEH CTEeNEHH HelePeKPhIBaIO-
uecst (IMCKpeTHble) Ipymnibl HEHOTHIOB: KaXK/bl (PEHOTHI MOXKET MpHHAJIe-
JKaTb TOJILKO OJIHOMY TakcOHy. bJsiaronapsi cBoeil IMCKPETHOCTH TAKCOHbI OT/IHYA-
I0TCS IPYT OT JIpyra.

TakcoHbl IMCKPETHbI, MOTOMY YTO COCTaBJSIOLIME UX (DEHOTHIIbl YCTOHUHBbI
M0 OTHOLUEHUIO K H3MEHEHHUSIM, TIOCTOSIHHO TPOMCXOISALLMM B TeHOME MOMyJIsiLUH
1 B cpelle uX 0OUTaHus (MPH YCIOBUH, YTO 3TH UBMEHEHHUS He MTPEBBILIAIOT ONpejie-
JIEHHOT'O NTOPOroBoro 3Hadenus ). CyeloBaTe/IbHO, TEOPHUS BOJIOLUH JI0/KHA 00b-
SICHATb, KAKHUM 00Pa30M MPOUCXOJUT MEPEXO], U3 OJHOTO YCTOHUMBOTO (hEHOTHITH-
yeckoro cocrostHust B apyroe (Lumkun, 1987, 1988a, 19886).

YCTOHYMBOCTb TPAEKTOPUM PA3BUTHS, BEIyLIEH OT 3UrOThl K JUKOMY THILY,
0003HauaeTcsl TepMHUHOM 3k8upuHarbrHocme (1o [ Ipuiiy) u oTpaxkaet ToT hakr,
UTO Pa3BUBAIOLIMHCSA OPraHu3M MOXKET JIOCTHUb OJJHOTO M TOTO K€ KOHEUHOTO CO-
CTOSIHUSI PA3JUUYHBIMU MYTSAMH M CJelysl U3 Pa3JjMuHbIX HAyaJlbHbIX COCTOSIHHE
(Webster, Goodwin, 1982). 9to ke cBoiictBo ontorereza M. A. [luuikun (1987,
1988 a) HasbiBaeT 3abyghepernocmopio: pa3BUBAIOILIASCS cHCTeMa 00J1alaeT MHO-
JKECTBOM B3aUMOCBSI3aHHBIX PEryJISITOPHbIX MEXaHU3MOB, KOTOpPble BO3BpAlLAIOT
CHCTEMY B MTPEXKHEE COCTOSIHUE, €M KaKue-u60 (haKTOpbl BbI3Ba/IM OTKJIOHEHHE
X0/l PA3BUTHSI.

YcTounBas OHTOreHETHUECKAsl TPAEKTOpHs Ha3BaHa TEPMUHOM Kpeod.
B of11em cMbic/ie Kpeos — 3TO TPAeKTOPHUs, KOTopasi PUTATUBaeT GJu3Jexa-
e Tpaekropuu (YoumuurroH, 1970). 3puTesbHO Kpeon MOXKET ObITh NpeaCTaB-
JIeH B BUJIe IJIyGOKOTO 2Kesio0a, 10 KOTOPOMY CKaTbIBAaeTCs apUK — pas3BUBAlO-
LLIMHACS OPraHu3M; eCJId M0 KaKOW-J1H00 MpUUMHE JIBUXKEHHE 1LIAPHKA OTKJIOHSETCS
B CTOPOHY OT JiHa 2KeJi00a, TO 3aTeM LIapUK BHOBb BO3BPALAETCs HA CTAHIAPTHYIO
TPAEKTOPHUIO.

WMHuauBuayaibHOE pa3BUTHE CTIOCOOHO CO3ATh HE OJIUH, 8 MHOXKECTBO (hDeHOTH -
MOB: KPeojlaM CBOHCTBEHHO BETBUTHCS. 3PUTE/bHBIM 0OPA30M TaKOH CHCTEMbI pa3-
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Puc. 6. dnureneTnuecKuil JaHamagpT 1 MOBPEKIAIOLINE
Bo3jieiicTBHsl. A) Pa3BuTtie 1nepexout Ha JOMOJHUTEb-

25552

HBIH MyTb 110J1 BJUSIHUEM BHellHero 1ioka (crpedika); b) To
Ke, TOJL ICHCTBHEM MyTalliH, pa3pyLUUBLIEiH CTEHKY Kpe-
ona; B) npomexkyrounoe cocrostnne (mo: Waddington,
1975; Ulunuikun, 1987, 1988 a).

BUTHsI SIBJISIETCST dNUECHEMUecKuil AaHo0-
wagm (Waddington, 1975) (puc. 6). PazBurue

B @ 10 OCHOBHOMY KPEOJy MPHUBOUT K CTAHAaPTHO-
\\/\2/_6—? My (DEeHOTHITy, PasBUTHE MO JOMOJHHTEJbHBIM
—

TPAEKTOPHSIM — K OHTOr€HETHYeCKUM abeppa-
LMSIM, HHaYe Ha3blBA€MbIM MOPHO3aAMLL.

Mopto3bl — 3T0 HeoObluHblE (HEHOTH-
Mbl, HEYCTOMYHMBO HacJeIyeMble YKJIOHEHHS
OHTOTeHEe3a, BbIXOASIIHME 3a MPEAeJbl HOp-
MaJbHO HM3MEHUHBOCTH JAHHOH MOMyJSTIIHH
B S ¥ BO3HHKAIOIIHE B OTBET Ha JCHCTBHE HEMpPH-

o o~ BEIUHBEIX (hakTopoB (llmanbraysen, 1946;

Dobzhansky, 1951; Waddington, 1975; Ce-
BeploB, 1987; Rieger et al., 1991). Mopdo3bl
MOTYT TaKkKe 06pa3oBbIBATbCST B OTBET HA Ce-
JIEKTUBHO OOYCJIOBJIEHHOE H3MEHEHHE pasMme-
poB tesa (Alberch, 1981).

Moptho3bl BO3HHKAIOT B pe3yJibTaTe HapyLIeHH s 3aPObILIEBLIX PEryJISILHOH-
HBIX MeXaHW3MOB. [Ipu3Hakn Kaxkmoro mMopgosa JAeTePMUHHUPOBAHBI XapaKTEPOM
B3aUMOJICHCTBHsI 3aPOIbILIEBLIX 3a4YaTKOB W HE 3aBUCSIT OT MPUPOIbI (PAKTOPOB,
BBI3BIBAIOILMX HAPYLIEHHE PErYJISIK. DTOT BaXKHEHIIME BBIBOJ, YTO MOPOJIOrH-
YeCcKHe MPU3HAKH CTELU(pHYHBI [0 OTHOLIEHHIO K COCTOSTHHIO 3aPOJIbIilia U HecCe-
HMUUHBL K XapakTepy BO3MYyLIeHHH, Obl Brepsble caenan P. Tospaumuarom
(Goldschmidt, 1938, 1940, 1955), koTopblil siB/IsieTCs, TAKHM 06pa3oM, PojloHa-
YaJIbHUKOM TIPEJCTAaBJICHHsT 00 OHTOreHe3e KaK O CHCTEME U3 MHOXKECTBA B3aMMO-
CBsI3aHHBIX MTPOLIECCOB, HHAUe — 00 dnueeHemuueckot cucmeme.

InueenemuKoll Ha3bIBAIOT pasziesl GHOJOTHH O MPUUMHHBIX B3AUMOIEHCTBH -
SIX MeXIy FeHaMH U UX MTPOAyKTaMH, 06pasytoluMu enotun (Yoauuurron, 1970),
WM UHBIMH CJIOBAMH, O MeXaHH3Max oHToreHetuueckoro passutus (Hall, 1983;
Lovtrup, 1988). Tak unu uHave, 3MureHeTHKa — CHHOHUM OMOJIOTHH Pa3BUTHS
MJIH SMOPUOJIOTHH HA KJI€TOYHOM YPOBHE. DTMUreHETHIECKasT CHCTEMa eCTh HeuTo,
Haxofsiiieecst Hax PEHOTHIIOM U T€HOTHIIOM M OTIPEIEJISIIOIIee X U3MEHEHHE B XO-
JIe IBOJIIOLHH.

Hapyiatoiue gakropbl MOryT GbITh BHEIIHUMH JMG0 BHYTpeHHUMH. BHetli-
HUe PaKTOPbl — 3TO JI0ObIE K3MEHEHHST YCIOBHI CYIIeCTBOBAHHST U PA3BUTHSI, Ha-
CTOJIbKO CHJIbHBIE, YTO BBI3bIBAIOT MEPEXOJ Pa3BUTHsl HA 3amacHOi KpPeom
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(puc. 6 A). BHyTpeHHHe hakTopbl — 3T0 JII0Oble U3MEHEHHSsT CTPYKTYPhI 3UTOTHI (B
MepBylo OYepeib — €€ IeHOTHIA ), U3MEHSIIOLIHE COOTHOLIEHHE KPEOJ0B, TaK YTO
JIONOJIHUTEJIbHASI TPAEKTOPHUsT CTAHOBUTCST OCHOBHOH (pHc. 6 B). MoxHo ckaszaTh,
YTO NPH AEHCTBUM BHELIHErO TOJMUKA BO3HUKAET ¢heroxonus Mopdosa, a npH Ha-
JIMUMH BHYTPEHHUX OTKJIOHEHUH — ero eerokonus (Ha s3bike CTD — myTaHTHBIN
(heHOTHIT ), TPHUYEM PE3KOH IPaHULbI MeKY (heHO- U TeHOKOTIHSIMU He CYL1eCTBYET,
KaK He CYLIEeCTBYET M HeHacJ/e[lyeMbIX U3MeHeHHi: 00JMK Jito6oro Mopdosa u Be-
POSITHOCTb €ro (POPMHPOBAHHUS B OHTOTEHE3€E OIMPEESIOTCS CTPYKTYPOH SMUreHe-
THYECKOTO JIaHIIa(Ta; COOTBETCTBEHHO, 060K MOph03 B GoJIbIlIEN UM MEHbIIIEH
Mepe HacaenyeMm (Llumikun, 19846).

C TOYKH 3peHHs Pa3JIMUHBIX TEOPHI, (PEHO- U TEHOKONHUH UMEIOT pa3Hoe 3Ha-
yenue st sBosiotu. [ast CTD ryiaBHOe — TeHOKOMUH, BO3HUKAIOIIME MPH pe-
KOMOHUHMPOBAHHM CKPBITBIX MyTallii T€HOB U XPOMOCOM. B COOTBETCTBHM C 3MHUTe-
HETHYECKOH Teopuel ecTeCTBEHHbIH OTOOp omnepupyeT MNPEeUMyLLeCTBEHHO
(heHOKOTIHSIMU MOP(O30B.

dnureHeTHYeCKas TEOPUS paccMaTpUBaeT BOJIOLHMIO KaK Mpoliecc npeodpa-
30BaHHUsI OHTOreHe3a TOJL BJAHSHHEM H3MEHEHHH, MPOUCXOISLIMX B OKpy»KatolleH
cpesie. dTta TeOpHsl MPEANONATAET, YTO B XOJI€ IBOJIOLMOHHOTO U3MEHEHHS TIOMyJIsi-
LMl CTAporo BUjA BHavaJle yTpaunBaeT (PeHOTHITHYECKYIO YCTOHYHBOCTD, H 3aTeM
MepexoIUT B HOBOE COCTOsIHUE, ClIepBa OYeHb H3MEHUHBOE, HO oOpeTatollee HOBYIO
YCTOHUMBOCTb B XOJI€ NOCJEYIOLEH SBOJIOLUH.

HauasibHast yTpata ycTOHUMBOCTH MPOUCXOAUT MOJ A€HCTBHEM 3a[IOPOrOBOro
U3MEHeHHUs1 B CpeJie, Tiie TPOUCXOANT HHAMBHIyalbHOE Pa3BUTHE OpPraHu3Ma: CMeHa
YCJIOBHI pa3BUTHsI HApyLLaeT HOPMaJbHYIO KOOPAMHALMIO OHTOr€HETHYECKHUX T1PO-
11€CCOB, MPUBOJA K MOSIBJEHHIO 3HAYUTEJIBHOTO YHC/1a HEOOBIYHBIX (heHOTHIOB (he-
HOKOTIHH MOP(0O30B) U, COOTBETCTBEHHO, K BO3PACTAHUIO BHYTPHITONYJ/ISILIHOHHOH
U3MeHYUBOCTH. DeHOKOMUK Hac/eyloTCsl HeyCToiuuBO. BmecTe ¢ TeM, oHU npej-
CTaBJISIIOT HOBBIH MaTepuaJs s ecTeCTBeHHOro otéopa. Ecan kakoit-1n6o u3
BHOBb TOSIBUBLIMXCS MOP(O30B 0Ka3bIBAETCsl CIIOCOOHBIM CYLIeCTBOBATh B H3Me-
HUBLLMXCS YCJIOBHUSAX, TO CTAOUJIH3UPYIOLLHH 0TOOP B M0J1b3Y HOBOTO (heHOTHNA CO-
KpaulaeT W3MEHUMBOCTb MOMYJISIMM M MPUBOIMT K FeHETHUECKOH acCHMMJISILUM
storo mopcosa (Waddington, 1975), nepecrpanBast monyJ/isiiiuOHHbINA FeHOM TaKUM
00pa3oM, UTO B Mpejiesiax SMMreHeTHYeCKOro JanuadTa NpouCcXoauT yrayoaeHue
07IHOr0 U3 OBbIBLIKX 3aMacHbIX KpeoloB. B pesysbrate deHokonus mopdosa craHo-
BUTCSI HOBOH HACJIeICTBEHHON HOPMOH, B COOTBETCTBUU C KOTOpPOH OyleT BIpeb
MPOXOJUTh OHTOTeHe3 GOJbLIMHCTBA ocobel nonyJsuud. [TocnenoBaresnbHble yT-
pata 1 npuobpeTeHne GeHOTUMHUECKOH YCTOHUMBOCTH COCTABJISIIOT /1€ MEHTAPHbIH
9BONIOYUOHHBLL YUKA.

Takum 06pa3oM, 3BOJIIOLMOHHOE U3MEHEHHE HAUMHAECTCS B 9KOCUCTEME U 3a-
KaHuuBaercsi B reHoMme (Cesepuos, 1939; Kpacusos, 1984; Vermeij, 1987). 9to
MoJIOXKEHHEe JIeJ1aeT SMUIeHETHYECKYI0 TEOpHI0 aJibTepHATHBON HeolapBUHU3MA,
KOTOPBIH paccMaTpHUBaeT BOJIOLMIO KaK MPsiMO 06paTHYIO MOC/1e10BaTeNbHOCTD
COOBITHI: OT HOBOTO I'eHa K HOBOH 9KOCHCTEME.
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6. 2. HAYAJ10 3BOJIOUMOHHOIO U3MEHEHHUS

DKoJiornyeckoe H3MEHeHHe, 3amycKalolllee 3BOJIOLHOHHBIA LUK/, MOXKHO
TMPEACTaBUTb C ABYX CTOPOH: H3MEHEHHe TPUBBIYHON SKOCHCTEMBI WM BCEJICHHE
OpraHM3Ma B HOBYIO 3KocHcTeMy. B 060uxX c/Tyuasix opraHu3M UMeeT ILAHC BbIKHTb,
€CJIM B HOBBIX JUISl HETO YCJIOBUSIX UMEIOTCS MOAXOASIINE PECypChl, He (HErMOJHO)
HCIOJIb3yeMble IPYrHMH BHAAMH. Befylityio po/sib B 0OCBOGHHH HOBOTO pecypca ur-
paeT 1noBesieHNe: H3MEHEHHE BUIOBOTrO KOMIJIEKCa afanTalyil HauMHaeTcs ¢ nepe-
cTpotiku nopeseHueckoro penepryapa (Thorpe, 1945; Meiien, 1975). Hanpumep,
M3MeHeHHe KOPMOJOOBIBAIOILErO TTOBEJIEHHS], CBSI3aHHOE C MePeX00M K yrnoTpes-
JIEHUIO paHee He CBOMCTBEHHOH THIIM, OTMEUEHO Y MHOTHX IMTHIL: CHHUILIbI HAYUH-
JIUCh OTKPBIBATb MOJIOUHbIE OYTHIIKH U CKJeBbIBaTh cyMBKH ( Fischer, Hinde, 1949;
Koxuaiicknii, 1980), a cepe6puctble yaiiku, HCxoHO OyIyur HeKpodaramu, Bepa-
6oTaJjii TIPUEMbl OXOTbI HA MTHILL U MeJIKUX MJekonuTaouux (bysyn, 1989). Ecre-
CTBEHHO MPEANOJNOKHUTb, YTO MOC/eAyloluil oT6op OyreT 6./1aronpUsiTCTBOBATDL
NpUHOOPETEHHIO MOP(OJNOTHUECKUX YepPT (y NTHLL, K NPUMEpPY, H3MEHEHHIO (OPMBI
KJII0BA), KOTOpble HauboJiee COOTBETCTBYIOT BBIMOJHEHHIO HOBOH (hyHKLMH (KoK-
watickuit, 1980; Cesepuos A. C. u ip., 1991).

M3meHeHne noBesieHHs] MOXKET ObITb TaKXKe CITPOBOLMPOBAHO CMOHTAHHBIM
MosIBJI€HHEM HOBOTO (DEHOTHUIA: U3BECTHBI MPUMEPBI YPOALEB, BERKHUBAIOLINX Ona-
rofapst mepecTporike MoBeeHNs], MO3BOJISIOLIEH afleKBATHO HCIOIb30BATh HEOObIU-
Hele Mopdosiorndeckue npusHaku (Carothers, Balda, 1970; Waddington, 1975;
Kokuaiickuit, 1980; Maynard Smith, 1983b; Meerson, 1984; Peters, 1991).

6. 3. JIECTABUJU3ALUSA ®EHODOHJIA

M3menenue yc/0BHH CyILIECTBOBAHHSI BbI3BIBAET 3HAUUTENbHOE yBEJHUEHHE
TOMyJISILMOHHON U3MEHUMBOCTH. DTO sIBJE€HHE ObLJIO XOPOLIO U3BECTHO Y2Ke B MPO-
uioMm Beke (Japsun, 1951). B Haile Bpems moJsiydeHbl JOMOJHUTENbHbIE TIO-
TBep2KJAIoLLHe JaHHble: U3MEHUMBOCTb PE3KO BO3PACTAET B ME€PHO/b! IBOMIOLMOH-
HBIX TpaHc(opmauuil nckonaeMbix kuBoTHbelx (Williamson, 1981; Pacuuibr,
1987), a TakxKe BO BpeMst 3KCMepUMeHTaNIbHOro 06pa3oBanust HOBbIX opm (Lla-
nowHukoB, 1961; Bensies, 1974, 1983; Belyaev, Borodin, 1982; Canynos, 1983;
Bapanos, 1987), npuuem B HauaBlleil 5BOJIOUPOBATH MOMYJASILUH JOCTATOUHO BHE-
3aMHO BO3HUKAIOT HOBbIE, PaHee He BeTpeuaBlinecs (heHOTUMbL. BulcTpblil pocT n3-
MEHUMBOCTH B HauaJle 9BOJIIOLMOHHOTO U3MEHEHHs] TI0Jy4H/T Ha3BaHHe ecTabu/In-
3auud penodonna (cm.: Payruan, 1988). Cyns no Bcemy, gectabun3alys UMeeT
yHHBepcasbHbIH XapakTep, TMOCKOJBKY OTMedeHa Y O4eHb PAa3HbIX JKHBBHIX CYy-
L[eCTB — pacTeHHH U pasHooOpasHbIX KUBOTHBIX (apsun, 1951, c. 265, 273,
594, 645, 655).

Ecsn pacemarpuBath AecTabHIIM3ALHMIO TOMYJISLHOHHOTO (heHO(OHAA C MO3H-
LM HEOJApPBHHHM3MA, TO HeJIb3sl B TOUHOCTH YKA3aTb TPUUHUHBI 3TOTO SIBJIECHHSI.
Ha sasbike CT cdopmynipoBaHsl ABe OCHOBHBIX rinoTe3bl. O6e 0HH OCHOBAaHbI HA



[maBa 6. NUrEHETUYECKAS TEOPUS 3BOJIIOLMHU 65

PE30HHBIX OOLIKUX COOOPAKEHUSIX, OHAKO HU K OHOH He MogoOpaH CKOJIbKO-HHU-
6y1ib 06 beMHBIN MOATBEPKAAIOLIMNA OUONOTUYECKHIT MaTepUaJl.

K uuneny npeanosioxkeHui, HauboJiee pacnpoCTPaHEHHbIX B OTEUECTBEHHOH
JIUTepaType, OTHOCHUTCS TMOHSTHe JlecTabuinsupytoiero or6opa (bensies, 1974).
[To cBOEMy 3ByuaHHIO 3TOT TEPMHH MTPOTHBOIOJIOXKEH CTaOUIU3HPYIoLLEMYy OTOOPY.
MoxHO noJiaraTb, YTO OH COOTBETCTBYET CHUTYallMH, KOTJa B HOBOH 0OCTaHOBKe
npezkze oNTUMaJbHbIA GeHOTHN TepsieT alanTHBHOE NMPEUMYLIeCTBO, CTaOH/IU3HU-
pYIOLLME O0TOOP B €ro MoJib3y NpeKpallaeTcs, i BbIXKUBAIOT W Pa3MHOXKAIOTCS He-
CKOJIBKO Pa3HbIX (DeHOTHIOB MO0 MX HEMpPEPbIBHBIA CrIeKTP — (haKTHUECKH, OT-
60p UIET Ha yBesudeHHe pazHoobpasus. CKpellMBaHUs Pa3HbIX PEHOTUTIOB Aa0T
eute 6oJsiee pasHooOpasHoe MOTOMCTBO, B pedyJibTaTe 001ast H3MEHUMBOCTb MOMY-
Jsitn Bo3pacraet ([lapsun, 1951, c. 655). B coracuu ¢ aToit runore3oit HaxousiT-
sl JaHHble 0 O0JIblIIEH H3MEHUMBOCTH TOTOMCTBA 110 CPABHEHHIO CO B3POCJIbIMHU OP-
ranuadmMamu (PKuporoBckuii, Ilyxapes, 1985): uaMeHUHMBOCTL BeJiMKa B Haualje
KaxKJ10T0 MOKOJIEHHS M 3aTeM YMEHbLIAETCs BCEICTBHE CTaOUIU3UPYIOLLETO 0TOO-
pa. CoOTBETCTBEHHO, MOXKHO JyMaTb, YTO /151 yBeJHYE€HHs U3BMEHUUBOCTH J10CTa-
TOUHO MPEKPATHTL OTOOP B M0JIb3Y KAKOT0-TO OJHOTO (heHOTHIIA.

Bwmecre ¢ tem, runotesa or6opa Ha pagHooOpasue BCTpeyaeT HeKOTOpble BO3-
paxkenusi. Bo-nepBbix, gecTabuiu3aius oTMeyeHa U B OTCYTCTBHE MOJIOBOTO pas-
MHOXKEHHUsI, NpU 1epexojie TJIeH K MUTaHHIO HENpPUBBIYHBIM JUIS HUX PacTeHHEM
(LIanomnuukos, 1961, 1965; Canynos, 1983). Bo-BTopbiX, npekpailieHne crabu-
J3upytolero oréopa camo no cede He 0653aTeJbHO BEIET K MOSIBJIEHHIO HOBBIX
(heHOTUTIOB: MBI OGCYXKIAJH 3TO SIBJIEHHE B pasfesie 2.5 OTHOCHTEJILHO POJIU IMHA -
MHKH TIOMyJsSILMH B 3BOJIOLMH. B nony/suusax yesoBeka oT6op Takke, Kasanoch
Obl, MPAKTHYECKH OTCYTCTBYET: NP MHHHMAJbHOH POKIAEMOCTH YeJIOBEYECTBO
pacteT. Bmecre ¢ TeM, JIOIM €1Ba JIM 3HAUUTEJIbHO U3MEHYHBEE, YeM OJIM3KHe UM
BHJIbl IPUMATOB (YTOObI MOKa3aTh 06paTHOE, HY:KHO MO MEHbLIEH Mepe crieliHalb-
HO€e CpaBHUTEJNbHOE HccyeoBaHue). HenoctaTok H3MeHUMBOCTH Y Jitofielt 0coOeH-
HO MOIYEPKUBAETCS HAMEPEHHBIM CO3/laHUEM CTHJIEH OJIEXKIbl, PHUUECOK U JAPYTHX
HeOHOJIOTHYECKUX cOcOBOB yBeJMUYEHHs pasHooOpasusi, BKJtouasi ynotpebjeHnue
KocMeTHKH U TatynpoBok (Kpacusos, 1986).

B pyc/ie cuHTETHYECKON TEOPHH CYLLIECTBYET U Ipyrast MHTepIipeTalils lecra-
OUJIM3UPYIOLLLEr0 0TOOPA: H3MEHUMBOCTb YBEJMUMBAETCS HE B pe3yJbTare Hemno-
cpesicTBeHHOTO oT6Opa HA pa3HooOpasue, a Kak no6ouHblil 3thdekT npeoGpa3oBa-
Hust eHcTBeHHOH (hyHKIMK (DBensies, 1983; Pachuubin, 1987), koTopasi B HOBbIX
YCJIOBHSIX CYLLECTBOBAHUS CTAHOBUTCS JIMMUTHPYIoLLeH. HeBbinosHeHue JMMUTH-
pytoleil YHKLUMH BeeT K MpeKpalleHHI0 Pa3MHOXKEHHUS WK K THOeJH, TT03TOMY
0TOMPAIOTCS UCKJIIOUUTENBLHO 0cobH, obJazatoliine Takoil gyHkuuen. Hanpumep,
PaCTUTEJIbHOSIIHOMY OpPTaHH3My, MOMNaBlIeMy Ha OCTPOB, B MEPBYIO o4yepeslb HeoO-
XOIMMO OCBOWTb TUTAHWE MECTHBIMM, HEMPHUBBIYHBIMH JUIsl Hero pecypcamu. [1pu
9TOM €eCTeCTBEHHble Bparh €My, BIIOJIHE BO3MOXKHO, He YrpoKaloT, TOCKOJbKY
CKJIOHHBI MUTATbCS TPUBBLIYHBIM KOPMOM JIHGO BOBCE OTCYTCTBYIOT (XHILHUK He MO-
JKET XKHUTb Ha OCTPOBE, KyJa TPezKe HEro He TPOHUKIU MOTEHIHAbHbIE XKEePTBBI ).
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B xozie ocBoeHHs1 HOBOTO pacTUTELHOIO KOpMa eCTecTBeHHbIH 0T6op npHobpera-
eT JBWKYLIMH XapaKTep U U3MeHsieT (PYHKIMIO MUTaHHsl, OAHOBPEMEHHO J0MTycKast
POCT M3MEHYMBOCTH 0 OCTaJIbHbIM Npu3HakaM. [losTomy Takyto dopmy orbopa
BepHee Obl10 Obl HA3BATh IBUKYILE - 1€ CTAOUIH3UPYIOLLIEH.

MamocTtpauueii U310:KeHHOTO MOTYT CIyKMTb 9kcrniepuMmenTsl . K. bBensiea
u JI. H. TpyT, KoTOpble MpoBoauan oT6op cepeGpucThix JucHll Vulpes fuscus no
€/IMHCTBEHHOMY [OBE/IEeHUECKOMY TpH3HaKy: oco0el, He TMPOSIBJSABILMX CTpaxa
W arpeccuy 1o OTHOLIEHHUIO K YEeJIOBEKY, TOJBEPra/ii CKPeLIMBaHHUIO U AajbHelLIe-
My 0TOOpPY Ha HearpeccHBHOCTb, OJHOBPEMEHHO MPUMEHSISt Mepbl, NPEIoTBpaLlao-
e nu6pupunr (beasies, Tpyr, 1964a, 19646; benses, 1974, 1983; Tpyr, 2000).
Yepes HECKOJbKO MOKOJEHHH JIMCHLbI MPOSIBJSIM BbIpazkeHHOE JII0GOMNBITCTBO
1 JIpY2KECTBEHHYIO peakluio K skcrepumentaropam. OJHOBPEMEHHO B MOJOMbIT-
HOH MOMYJALUMH NOSBUIMCL (DEHOTHIbI, o6Jsajatolide HeOObIYHbIMH ISl JIMCHLL
MOPOJIOTHIECKUMH U (PU3HOJIOTHYECKUMH IPU3HAKAMH: BUCSUUMH yLLIAMHU, 3aKpY-
YEHHBIM XBOCTOM, OypO-MeruMy NsITHAMH OKPACKH, CABUHYTBIM MEPHOIOM JIHHBKH
U CYLLECTBEHHO PACTSHYTBIM PENpOAYKTHBHBIM MEPHOIOM, MPHUEM HEKOTOpble
CaMKH 0Ka3aJliCh CocoOHbl PA3MHOKATHCS ABAXKIIbI B T'OJL, YTO TMOJHOCTBIO HCKJIIO-
YeHO B IPUpOJIE.

HMexonst U3 o61ux coobpaKeHuH, IBWXKYIIUHA 0TGOP MO JIMMUTHPYIOIIEH
(byHKIIMK MOYKET OKa3bIBaTh 0O1IHH JlecTabUIn3upyolni 3hdekT Ha heHopoH T
NOMNyJsILMK, €CJI 3KCTpeMaJibHble (BbICOKHE HJIM HHU3KHe) 3HaYeHusl oTOupae-
MOH (PYHKLIMH He CBSI3aHbl HAJle’KHON HACJeICTBEHHON KOppessiliiel ¢ ApyTUMH
npu3HakaMu opranuama. Torma ot6op, U3MeHssl KJto4yeBylo (QyHKUHIO, OyneT
yBeJIMYMBATh H3MEHYMBOCTb MPOUMX MpHU3HaKoB. OfHAKO MocJe/Hee M0 MeHb-
Lieil Mepe He MOKa3aHo, U 3TO MOXKET SIBJSITLCS MOBOJIOM JJIsi COMHEHHST B alleK-
BATHOCTH TMIIOTE3bl JBH:KYILE-IecTabuIn3upytollero otéopa. BoamoxkHo, 4TO
ee clle/lyeT HHTepIPeTHPOBATb HECKOJBKO HHAaye: OPraHu3M pearupyet yBeJH-
YeHUeM M3MEHYHBOCTH B OTBET Ha Jlo60e M3MeHeHHe HOPMaJbHOTO IeHOTHIa,
KaK OTMeUYeHO, HarpuMep, B HEKOTOPBIX KCIIEPUMEHTAX 110 CeJIeKUHMH 1p030dH-
JIbl Ha MUHUMaJsbHbIH pasmep Tesa (Robertson, 1955). Boo6bie, ymeHblienne
pasMepoB TeJsla HUXKe OMpeeJIeHHOr0 Mopora 4yacTo CBsI3aHo ¢ HenoauddepeH-
LMPOBKOH 9MOPHOHAJIbHBIX 3aUaTKOB U, KaK CJEeCTBHE, C MOSIBJAEHHEM HEOObIY-
HbIX MOpP(OJIOrMYeCKHX NMPU3HAKOB (nojapobHee 06 ONHOM H3 TakKHUX CJyyaes
cM. pasll. 9.2). Takast TpakTOBKa THITOTE3bl ABHKYLLE - 1€ CTAOUIU3UPYIOLLETO OT-
60opa 6blyia 6bl COrJIaCHA C XOPOIIO U3BECTHLIM TMOJIOKEHHEM 0 GoJiblel QeHo-
THMHUYECKON H3MEHUMBOCTH MyTaHTHBIX reHoTunoB ([lImanbraysen, 1946;
[Mumkun, 1988a; Wagner, Altenberg, 1996).

C TOUKH 3peHHs] SMUreHeTHYECKOH Teopur 00bsiCHeHHe (heHOMeHa iecTabu-
JM3aluMd eHodoHIa He BCTpeyaeT MPensTCTBUH, MOCKOJbKY MPSIMO CaelyeT M3
noctysaTtoB Teopun. CorniacHo DT, sKBUpHUHANBHBIFH X0/l OHTOTEHe3a, 3aBeplia-
toluiicst 06pa3oBaHUEM IUKOTO THIA, 06ecreuuBaeTcsl BHYTPEHHUMU PETyJsiTop-
HBIMH MeXaHH3MaMH 3MUreHeTHYeCKOH CHCTeMbl. 3HAYNUTEIbHOE YKIOHEHHE YCJI0-
BHH Pa3BUTHSI OT HOPMaJIbHBbIX HEM30EKHO CHHKAET 3(P(PEKTUBHOCTL PEryJsLHH
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¥ IPUBOJUT K HAPYLIEHHIO SKBU(PHUHAJIBHOCTH, T. €. K YBEJHUEHHIO H3MEHUMBOCTH
(manbraysen, 1946, 1982; Waddington, 1975; [luumkuu, 1988a). Takum o6pa-
30M, HOBbIE YCJIOBHSI Pa3BUTHSI BJMSIIOT HA OHTOT€HE3 HE3aBUCHMO OT 0TOOPa, a HO-
Basl H3AMEHUMBOCTb, BO3HUKAIOLLASl HA HAYaJIbHOM 3Tare BOJIOLMH, UMeeT HereHe-
THUECKOE MPOUCXOKIEHHE.

B ocHoBe nocJsiefiHell rUMoTe3bl JIEXKUT OFPOMHbBIE MaTepHas KCrepHMeH-
TaJIbHOH SMOPHOJIOTHH: He HYKHO CIeLIHaIbHO JI0KA3bIBATh, YTO H3MEHEHHS CPe/ibl
BJIMSIIOT HA XOJ1 U UTOT MHIMBUJyaJbHOrO pa3sutus (Spemann, 1938; Waddington,
1962; Willier, Oppenheimer, 1964; Reverberi, 1971; Horstadius, 1973; [lImanb-
rayseH, 1982; Matsuda, 1987; Levin, 1988). B npupone npu aBToHOMHOM pa3BH-
THH 3apOJibILL MOJBEPraeTcsl HEMoCPEACTBEHHOMY MOAU(ULMPYIOLLEMY BJIHSHHIO
HEMPUBBIYHBIX (PU3UKO-XUMHUECKHX U OHOJIOMMUECKHX CPE/IOBbIX (haKTOPOB, yalle
BCEro — KJUMaThiecknx U Tpocudeckux (Falconer, 1989). Tak, npucyrcrsue co-
Jiel KaJMHsl MOBbILIAeT H3MEHUMBOCTb POCTOBBIX NAPaMeTPOB Y OPIOXOHOTHX MOJI-
smockoB (Forbes et al., 1995), nuranue HeoGbIUHBIM KOPMOM BbI3bIBAET POCT M3-
MEHUMBOCTH (DePMEHTHOH AKTUBHOCTH B MOMYJSILUH PHCOBOTO JOJTOHOCHKA
(Holloway et al., 1997), nepexon Ha HOBOe pacTeHHe YBeJUUHBAET PeHOTHITHYEC-
Kyto uamMeHunBocthb Tiiei ([llanomnukos, 1961, 1965; Canynos, 1983), a pa3su-
THe TpH HeOOBLIYHOH TemIepaType MOBbILIaeT pazHooOpasue MOPEOJOrHUECKHX
npusHakoB apo3ocuibl (Imasheva et al., 1997). [1pu BHyTpHyTpOOGHOM pa3BUTHH
BHELIHSIS Cpefia IEHCTBYET Ha 3apojblll OMOCPELOBAHHO, Yepe3 HeHpPO-3HIOKPHH-
HYIO CHCTEMY MaTepH, MCIbITbIBAIOLLEH (PU3HOJOTHUECKHH CTpece OT HeoObIYHOH
MHULLM, OCBELLEHHUS], TEMIIEPATYPbI U APYTHX COCTABJSAIOLIMX OHOTHYECKOTO U abHO-
THYECKOTO OKpY:KeHHsl. BMecTe ¢ TeM, Heslb3sl He OTMETHTb, UTO TOPMOHaJIbHAs pe-
rysisinust MopgoreHesa — rpeameT oOLHPHOH 06/1acTH GHOJIOTHH Pa3BUTHS, pac-
noJararolleil odyeHb OOJbIIKUM (akTHUeCKUM MaTepuasoMm. Ha sTom done
BBITJISIMT AOCTATOUHO CTPAHHBIM TO, UTO BJIMSIHHE CTPECCOBOK peakUHH Ha Mopdo-
JIOTHYECKYI0 H3MEHUMBOCTb PAaKTHYECKH He H3yueHo. Bo BesikoM caydae, 11oka HeT
MPOUYHBIX OCHOBAHUH YTBEP:KAATb, UTO CTPECC, MepeHeCeHHbIH MaTepblo 10 WK BO
BpeMsi 6epeMEHHOCTH, TIPUBOAUT K POXKAEHHUIO 6oJiee pasHooO6Pa3HOTO MOTOMCTBA
(cm. pazn. 2.1). BriosHe Bo3M0OXHO, 4TO 06CYyXK/IaeMOe siBieHHEe BechbMa 00bIUHO,
¥ UCCJIIOBATEIH BOCIIPUHUMAIOT €r0 KaK HeyTo 6aHaslbHOe M He CYMTAIOT HYKHBIM
onucbiBaTh. OHAKO BOBHUKHOBEHHE pa3HooOpasusi B OTBET Ha H3MEHEHHE 3KOJI0-
rHyecKol 0OCTaHOBKU SIBHO MpeACTaBJsieT coOoil npobJemy, TpeOyIoUlyto Crelu-
aJIbHOTO MCC/Ie/IOBAHHUS.

B utore MoxKHO KOHCTaTHPOBATh, YTO MPHUUHbI eCcTabUIM3aLMH peHodoHa
MOMyJIsSILMH, OCBaWBaloLLel HOBYIO cpely OOUTaHHUS, M0-pa3HOMY OObSICHSIOTCS Ha
13bIKAX CHHTETHYECKOH U SMUreHeTHYeCKON 9BoJIOLMOHHBIX Teopuil. CTD npenro-
Jlaraet, 4to aectabuiu3aliisi Bbi3biBaeTcs 0T6OpoM B HOBO# cpese, 9T — uTo
M3MEHYHUBOCTb BO3pacTaeT Noj AeACTBHEM HOBbBIX YCJIOBHI pAa3BUTHs HA Mopdore-
He3 notomctBa. B cBete DT nousatHe aecrabuiuanpyoulero oréopa He Hy»KHO,
MOCKOJIbKY POCT U3MEHYHBOCTH MPOUCXOJUT 110 MPUUMHAM, HE 3aBUCSLLUM OT afar-
THBHOH LIEHHOCTH (heHoTHMNOB. [loHsATHE JAecTaGUIN3HPYIOLLIEr0 0T6Opa He HY»KHO
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1 TOra, KOrja HHTPOLYLIMPOBAHHBII OPraHW3M HAaXOAUT B HOBOH Cpejie HECKOJIbKO
NOTEHLHANBHBIX 9KOJOTHYeCKUX pecypcoB. Crienuanusaius Ha 3IKCIyaTaluu
KaX[10i pasHOBUIHOCTH pecypca BbI30BET yBeJMUeHHe pa3HooOpasusi UCXOIHOH
NOMYJISILIMK, OJIHAKO TaKHe CHTYalluH CBOAMMBI K HAGOpy YacTHBIX HULI, B peesaax
KaXKJI0H U3 KOTOPBIX IeHCTBHE CTaGUIM3UPYIOLIEro 0TOOpa UMeeT crieliuuuecKuit
Xapakrep.

B 3akstoyeHue paszgesna OTMETHM, YTO Hayaso 3BOJIOLUHMOHHOTO M3MEHEHHMS
BO3MOKHO TOJIbKO MPH MOBBILIEHHOH BEPOSTHOCTH BbRKHBAHHUS 0c00el — B cpejie
o6utanusi, kotopyto A. I1. Pacuuupin (1987) naspan msexodi. HbIMH cJioBaMu,
JUIsl Ha4aslbHOM CTaMK 9BOJIIOLMH HEOOXOIMM He CHJIbHBIH, KaK 9TO 4aCTO CYUTAIOT
(Rainey, Travisano, 1998), a npsimo Hao6opor, cna6biii 0T60p, Korjna HeoObYHbIE
HOBblE (DEHOTHITBI, laIeKHEe OT ONTUMANbHOCTH, HMEIOT LIAHC OCTABHUTb MOTOMCTBO.
[TocsienHee BO3MOKHO TOJILKO MPH OTCYTCTBHH J1aBJIEHHSI CO CTOPOHBI KOHKYPEHTOB
1 XulHKKOB. [To 310l NpuuMHe BUBI Jerdye o6pasytoTest Ha ocTpoBax. [1o sTofi xe
NPUYHHE B re0JIOMHYECKOH HCTOPHUH 3€MJIH KPYITHbIE BCITBILLIKK (hOpMOOOPa3oBaHHs
MPOUCXOJIUJIN OIHOBPEMEHHO ¢ MACCOBBIMU BbIMUPAHHSIMH JIMOO cpasy nocje HUX
(Kpacunos, 1984; Pacuuupin, 1987, 1988; Kauffman, 1989; Ipaut, 1991; )Kepu-
xuH 1992). Hakonel, 1o 3To# e NpUUnHe eCTh OCHOBAHHS 03KH/IATh, UTO BO3/IEH -
CTBHE YeJIoBeKa Ha MPUPOJIHbIE SKOCHCTEMbI PAHO MJIH MO3[HO BbI30OBET 06pa3oBa-
HHE HOBBIX CYLIECTB KaK CJIEACTBHE BbIMUPAHHS KHBOTHBIX BEPXHHUX TPOPHUUECKHX
ypoBHe#i (B. B. JKepuxuH, uuHoe cooblieHue).

6. 4. JIOTHKA MOP®030B

Cramust popMupoBaHust MOpP(030B BO BpeMsl JecTabuiudalyi (peHopoHa
M03BOJISIET B TOJHON Mepe MPOSIBUTbCS JIOTHKE MOP(OreHETHIECKUX MPOLIECCOB,
KOTOpbIe OCHOBaHbI Ha HeGOJIBILIOM HAG0Pe TIPOCTLIX MPABHJI, ONPeIeIsIOIIHIX M10-
BeJleHHe KJIETOK, (opmupymoumx Oymyiuii opranusm (Oster, Alberch, 1982;
Holder, 1983a, 1983b; besoycos, 1987; Alberch, 1989; Besunues, 1991).

Onnum 13 HauboJiee AeTajlbHO pa3pabOTaHHBIX MPUMEPOB, MOKA3bIBAIOIIMX
yuactie MOpdo30B B (hOPMUPOBAHHH HOBBIX (DEHOTHUIIOB, SIBJISIETCS PA3BUTHE KO-
HeYHOCTe! MPUMHUTHBHBIX Ha3eMHbIX TeTpanojn — canamanzp (Oster et al., 1988;
Alberch, 1989). VcxonHbi#i 3a4aTOK KOHEUHOCTH COCTOUT M3 OJHOPOJHOK Me3eHXH -
Mbl. DopMUpOBaHHe XPSILLIEBOTO CKeJleTa HAUMHAETCST C TPOKCHMAJNbHOK YacTH 3a-
yaTKa, r1e o6pasyeTcsi CKoIJIeHHe KIeToK. Bo3HUKHOBEHHE MepBOro CKOIUIEHHS 10-
JIaBJIsieT pa3BUTHE JIPYTUX TAKUX XKe CKOTJIEHHH B OKPeCTHO! Me3enxnuMe. KiteTkn Ha
nepudepun CKorIeHUst U depeHIHPYIOTCs: B 060JI0UKY Xpsillia, ClepPKUBAIOLIYIO
€ro paaualibHbIN POCT: HOBble Me3eHXHMHbIe KJIETKH MPUCOEIUHSIOTCS K 3auaTKy
TOJIBKO C €r0 IUCTAJIbHOTO KOHIIA, OTUEr0 3a4aToK pacTeT B IJIHHY U 3aTeM Pa3BeTB-
JisieTcsl Ha Oy/yllde JIOKTEBYIO U JIyueBYIO (B 3aIHHX KOHEUHOCTSIX — GOJIBILYIO
1 Majylo GeplLoBble) KOCTH; MOCJeNyIOlHe pa3BeTBJeHHsT (DOPMUPYIOT XpsILiH,
TNpeJllliecTBYIOIe 06PA30BAHUIO 3aMSICTbsl U TSICTH (MPEIUIIOCHBI U TJIIOCHHI ).
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Puc. 7. MopcoJiorust TMCTaNbHOTO OTIE/1a CKesleTa

)
KOHeUHOCTell  XBocTaTbix — ampubuii.  A-B) A \‘ '/

Ambystoma mexicanum (TunuyHasi reHepasuso- '/

BaHHasi popma ): IpUpo/IHbIi peroTrr (A) U Mopgo- \

3bl, BbI3BaHHbIE 00PabOTKOH 3auaTKa KOHEYHOCTH \Oi

KOJIXMLIMHOM — BEILIeCTBOM, HHIMOUPYIOLLMM JieJie- x

nue knetok (B, B). I'-J1) Koneutoctu negomopdHbix

BHJIOB: 4eTbipexmnaJas jiana Hemidactylium scuta- l

. v L
tum (I') u nynanas — Proteus anguinus (). b 1 r i
CX0/ICTBO HOPMaJIbHBIX (PEHOTHIIOB H SKCIIEPHMEH- ‘ ]
TaJIbHbIX YPOACTB [103BOJISICT [PEAIOJI02KUTD, YTO \\ '

TPUPOJIHOE BUI00Opa30BaHHe [IPOUCXOUT Ha OCHO- !

Be IIa(‘JICﬂ,CTBCIIIIOﬁ (bI/IKCEiU,I/II/I HEeHOpMaJIbHbIX Ba- . ‘ ‘
PHAHTOB MHIMBHIyasbHOTO pasButHsi. [1o: Oster et

al. (1988).

[To nocTrKeHUN OTpesiesIeHHOTO pas3me- ‘ \ ]
pa 3a4aToK Xpsillia CTaHOBHUTCS HEYCTOH - \ ) .
UUB U TMOCJIEI0BATENbHO passiesisieTcst Ha " ‘.
CerMeHTbl — OyJIylde KOCTH U (hasiaHru '.i f{

najbleB. O6paboTka pas3BHUBatolIeics
KOHEYHOCTH BelIeCTBAMH, 3a€PKUBAIO-
lw1MH cO60pKy MUKpoTpy6Gouek uian TpaHckpunuuto JJHK u nostomy samessiony-
MU JleJieHHe KJIETOK, NMPUBOAUT K HeNOAU(P(epPEHIIUPOBKE CKEJETHBIX 3JIEMEHTOB
1 (hOPMUPOBAHHIO HEHOPMAJIbHBIX HETIOJNHBIX KOHEUHOCTeH — MOP(O30B, JIHIIEH-
HbIX HEKOTOPBIX KocTeil. [1pr 3TOM HaBGop 9KCMepUMEHTAILHO MOJMyYE€HHBIX CKeJIeT-
HbIX abeppalilil MOUTH MOJHOCTBLIO COBMAAET C MPUPOIHBIM Pa3HOOOpa3reM KOHeU -
Hoctell casamanp (puc. 7) (Hanken, 1983; Alberch, 1983; Alberch, Gale, 1983,
1985; Alberch, 1989; Shubin, Alberch, 1986; Oster et al., 1988).

[IpuBeNieHHbIN TIpUMep MOKAa3bIBAET, UTO B XOJle BUA00OPA30BAHUS HOBbIE
NpU3HaKH 06pasyloTest Kak Mopdo3bl npeakoBoro Buaa. [Tockosbky ot6op He MO-
JKET BJIMATH HA 3BOJIOLMIO HOBOTO TIpU3HAaKa Jo ero nosisieHusi (Bepr, 1922;
Saunders, Ho, 1981), To Mopo3bl 1 SIBASIOTCS HCTOUHUKOM HOBOH H3MEHUHBOC-
TH, KOTOPbIE MOMYJISLHS TIPEIOCTABISET €CTECTBEHHOMY OTGOPY B KauecTBe ChIpo-
ro MaTepuaJsa AJs JajsbHelLeld 9BOJMOLUH. SBJIsIsICh HA4a/lbHON CTaiMel 3BOJIIO-
UMK, Mopco3 OTYACTH OTIpeNesieT MyTh, MO KOTOPOMY MOHAET JajbHeilas
sBoJtolust opranuama (Kirpichnikov, 1947; Waddington, 1975; Alberch, 1989).

Peasuzaiins noTeHIMa bHO BO3MOXHBIX MOP(O30B — HeHuszOexKHasi CTaus
3BOJIIOLMOHHOTO Mpoliecca. Bmecre ¢ Tem, He cliefyeT OTOXKAECTBATh 000K MOp-
03 ¢ ypozrctBoM. TepMuH «mepcrneKTHBHbIN MOHCTp» (hopeful monster), npuuy-
mannbif P. Tonpammuarom, sisasieTcst iMiib runep6osioi, HTIoCTPUPYIOLIEH MOJ0-
JKEHHE, 4YTO 3BOJIOLMS HE MOXKET WATH HHaue Kak uepe3 YKJIOHEHHS
VHIUBHyaJIbHOTO pa3BuThsi. OGpa3 MOHCTpa HEOOXOIUM JIst TIOHUMAaHUS TOTO, UTO
nepBUYHOE H3MEHEHHE OpraHu3Ma MOJUHHSETCS JIOTHKe SMOPHOHABHBIX MPOlLeC-
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COB U B 3HAUMTEJLHOH Mepe He3aBHCHMO OT COCTOsIHHsI TeHOMa M TpeOGOBaHMH
ananTUBHOCTH. I/l SMUTeHeTHYeCKOH TeOpHH «MOHCTP» — 3To Jiobasi ¢opma,
BBIXOZSIILIAs 32 MpeJiesibl HOpMaJIbHOH U3MEHUHBOCTH; YKIOHEHHe He 00si3aTesbHO
JIOJKHO OBbITh 3HAYUTENBHBIM. B nasbHeliieM MOHCTp peo6pasyeTcst 0TG0POM JIH-
60 noru6aet. KoHeuHo, TpyaHO MpeNCTaBUTh, UTO CHJILHO YKJIOHSIOIMICS YPOJeLL
MOKET BLIKHTD M ITPOU3BECTH MOJOOHLIX cebe MOTOMKOB B HOPMaJIbHOH SKOCHCTe -
Me, T1e 0GUTaeT MHOMKECTBO KOHKYPEHTOB M XHIIIHUKOB, OHAKO €T LIaHChI TIOBbI-
1alTes B epuojibl MaccoBoro Beimupanusi (Kpacumos, 1984 ).

6. 5. TEHETUYECKASI ACCUMUJISILLUSI MOP®O3A

HeycroitunBocth Hac/enoBannst MOPG030B 03HAYAET, UTO POIUTEIH, TPHHAL-
Jiexkalliie olHOMY (heHOTHUITY, IPH CKPEeIIMBAHWH OPOXKIAIOT TIOTOMKOB, OHTOre€He3
KOTOPBIX IaeT pa3Hoo6GpasHble (heHOTHUIIbI, B 3aBUCUMOCTH OT KOJieGaHHil YAaCTHBIX
BHEILIHUX YCJIOBHH Pa3BUTHSI.

Crabunuaupyolyi oT60p B M0Jb3y MOpgo3a, aleKBaTHOTO HOBBIM YCIOBHSIM
obutanusi, 6/1aroNpUsITCTBYET M'eHOTUIIAM, IOTTYCKAIOIIMM HAUMEHbIIYIO (heHOTHITH-
YeCKyl0 M3MeHUYMBOCTb, T. €. 3KBH(HHAJILHOCTb HHIMBHIYaJbHOTO Pa3BUTHS
(Falconer, 1989; Scharloo, 1991). B pesyJibrate 0TGHpaloTCsi FeHOTHITbI, 0Oecre-
YHBalOlINe YCTONUUBLIN OHTOTeHE3 HOBOTO (heHOTHIA U, COOTBETCTBEHHO, €r0 HaH-
60JIbIIYI0 HACJIENyeMOCTh: (heHOKOIT sl MOpdo3a MOCTENEHHO MPeBpallaeTcsl B €ro
reHokonuio ([lImanbraysen, 1982; Ilumkun, 1988a). Takum 0o6pa3om, HOBbIE MPH-
3HaKH, H3HAYaJbHO BbI3BaHHbIE PA3BUTHEM B HETIPUBLIYHON CpeJle, CTAHOBSITCS Ha-
CJIE[ICTBEHHBIMH U B MOCJIEYIOLIEM PeaIU3yIOTCsl He3aBUCHMO OT KoJieOaHHH BHeLI-
Hux akropor (LlImanbraysen, 1946, 1982; Kirpichnikov, 1947; Waddington,
1975; Ho, Saunders, 1979; Ilnwikun, 1988a; Ho, Fox, 1988; Tunsipos, 1997).
MHorna elile roBopsiT, YTO OPTaHU3M UHMEPHIPYer HOBYIO Cpely B XOle MPUCIIO-
cob6usienust K ved (Iyaeun, 1979).

[Ipouecc HacnencTBEHHOTO 3aKperieH!sT HOBBIX TPU3HAKOB Ha3bIBAETCs re-
HeTHYeCcKol accumuiisiieli mopdosa (Waddington, 1942, 1952, 1953, 1956,
1957 a, 1958, 1959, 1961, 1975). PaccmoTpum Jyisi puMepa OJIHy U3 LUTHPOBAH -
HbIx pabot. Konpan YomuuHrToH nojasepraji Kykosok aukoro tvna Drosophila
melanogaster 4-uacopomy TerioBomy woky npu 40° C uepes 17—23 yaca nocie
o6pazoBanus mynapusi. Hekoropble ocobu pearnpoBaJii Ha TEMJIOBOE BO3IEHCTBHE
o6pasoBaHreM Mopdo3a: oiHa U3 IBYX MOMePEeUYHbIX XKHUJIOK Ha KPbLIbSIX UIMaro 6bi-
Jia ipepBana. JTux ocobell CKpeluBaji MexKLy cO00i, a UX TOTOMCTBO CHOBA MO/ -
BepraJi LIOoKy U 0TO0pY. B TeueHHe HECKOIBKUX TOKOJIEHUH B IKCTIe PUMEHTALHOM
TIOMYJISILMK Bo3pacTaJia 10J1s1 0cobel, pearupyrolinx Ha Teryio 06pa3oBaHieM Mop-
do3a, noka uepes secsiTh-aBeHauath renepaumii ne goctursia 90%. [To xomy skc-
nepUMeHTa YacTb MOTOMCTBA KaXKIOTO TMOKOJIEHHsT pa3BHBanach 6e3 TeIoBOro
BoazelicTBHs1. Uepes 14 nokosieHU# cpeant ITUX 0cobell MOSIBUIUCh NEPBble HMAro
¢ IpepBaHHOI JKHJIKOH, yepes 16 nokosienuit onu coctapisiin 1 —2% nonysiuu.
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CkpelBaHus 3THX 0co0ell B TeUeHHe elle HEeCKOJIbKHX MMOKOJNEHHH JaJn JHHUH,
B HEKOTOPBIX 13 KoTopblx 100% Myx o6/1ana/iu npepBaHHoil MonepedHoi AKUIKOM
JlaXke TIpH pa3BUTHH B rocTtosiiHoi Temnepatype 18° C. Takum o6pasom, Mopdo3
CTaJl HOBOH HaCJIe/ICTBEHHON HOPMOH.

AnaJjiornyHble TaHHBIE MOJTYYeHbI [0 ACCHMHJISILIN IPYTUX MOP(ONOTHIECKUX
¥ TOBeJIeHYeCKUX MPU3HAKOB JIpo30oduiibl U apyrux opranuamon (Waddington,
1956, 1957 a; Bateman, 1959a, 1959b; Moray, Connolly, 1963; Ho et al., 1983;
Matsuda, 1987; Velde et al., 1988; Scharloo, 1991; Lage, Rocha, 1994). Accumu-
JISILMSL IPOUCXoMUT GJlaroaapsi NocTereHHOMY M3MeHEHHIo Bcero reHoruna. Ilpu
9TOM T'eHETHYECKHE Pas/IHYMsl MeXKIY HCXOAHOH W aCCUMHUJMPOBAHHOMN JIHHUSIMH
BO3HMKAIOT BO MHOTHX JIOKyCax Mo BCeMy IeHOMY M MOTYT 3aTparuBath Jo0yto U3
XpOMOCOM, a (paKTHYECKH 3aTparuBaioT ux Bce. Hanpumep, Mopdos ¢ npepaHHO#
JKUIIKOH MOKeT ObITb HACJIEACTBEHHO 3aKperieH H3MeHeHHeM BO 2-0i MW 3-ell
ayTocomax, 160 B X-Xpomocome, JHOO BO BCEX XPOMOCOMax BMeCTe B3SIThbIX
(Waddington, 1956, 1957 a, 1961, 1975).

YOIUIMHITOH W €ro MocJ/1e10BaTe/ M pacCMaTPUBa/M FeHEeTHYECKYI0 aCCHMMUIIS -
LU0 B X0/l MOJIOBOIO Pa3MHOXKEHHUSI, OJIHAKO ACCHMHJISILIMST BO3MOXKHA U B OTCYT-
cTBHe pekoMOMHauMK. Hanpumep, oT60p Ha CKOPOCTb Pa3MHOXKEHHSI B BETreTaTHB-
HbIX KJIOHaxX MJjeBesa Lolium perenne npuBes K HAacJeACTBEHHO 3aKpernyeHHbIM
M3MeHEeHHsIM yKe uepe3 ueTbipe rnokoJenusi (Breese, Thomas, 1965). Kpome sto-
ro, U3BECTHO MHOT'O CJIyyaeB reHeTHYeCKOH uddepeHuralyi napTeHoreHeTHyec-
KX KJ0HOB. Tak, iunun Daphnia pulex npuoGpesy HacJaeACTBEHHbIE Pa3/IHUMs 110
pa3mepy M KOJMUECTBY TMOTOMCTBA B TeueHue 4 jet (npubsausuresbHo 3a 150 no-
kosienuit) (Toline, Lynch, 1994). Tna Therioaphis trifolii B CeBepHo#t Amepuke,
Pa3MHOKasIChb HCKJIOYUTE/BHO MapTeHOreHETHYECKH, He TOJIbKO BbipaGoTasa yc-
TOHYHUBOCTb K HHCEKTHLMIAM U YBEJIMUMJIA CIIEKTP KOPMOBBIX pAaCTeHHH, HO U MPH-
obpeJsia noJsioBoe pazmMHoxkeHue (Blackman, 1981). AnanoruuHo, 1Ba Buaa TJiei
Acyrthosiphon, 3aBe3eHHbIX B ABCTpaJIMI0 U He HMEIOLIMX TOJIOBOTO Tpollecca,
npeTepriesid afanTHBHYIO paadalyio H 06pa3oBaji HECKOJBKO 9KOJOTHYECKH pas-
JuHbIX pac (Mackay, Lamb, 1988).

PekomOuHaLust OTCYyTCTBYET BO BpeMsl napTeHoreHesa. [Tostomy renetuyeckas
ACCUMUJISILMSA TIPY TapTEHOreHe3e MOXKET TIPOUCXOAMTb TOJIBKO 3a CUET TeHHbIX
(Suomalainen, Saura, 1973) u XpOMOCOMHBIX MyTallli, MTPHYEM HECOTJIACOBAHHbIE
M3MEHEHHs B TOMOJIOTHYHbBIX XPOMOCOMAX TPUBOAT K TOMY, UTO KAPHOTHIT CTAHOBHT-
cs1 npaktudecku HepuronanbiM (Blackman, 1981; Sunnucks et al., 1996; Hales et
al., 1997). C no3uuuii CHHTETHUECKOH TeOPHH 0GBIYHO M0J1araloT, YTo Jjisi BOSHUKHO-
BEHMUsI FeHeTHYECKOH H3MEHUMBOCTH, JOCTATOYHOH /151 SBOJIIOLMH, HEOOXOIUMbI JIHGO
BbICOKast uncyieHHocTh nonyJsitnid ( Blackman, 1981; Hughes, 1989), iu6o Heckosib-
Ko coteH rokoJiennit (Lynch, Gabriel, 1983). Onnako, Kak oka3bIBaioT KCIiepuMeH-
ol [ X. Hanowxukosa (1961, 1965), To 1 ipyroe U3/HIIHE: FeHeTHIECKasi ACCHMH -
JisILMsl Mopho3a NpH MapTeHOreHe3e JOCTHKUMA B YCJIOBHSIX 1abopaTOPHOro OMbiTa
(3HAUMUT, IPU CPABHUTEJBLHO HeGOJBILIOM Ynciie ocobelt) B Tedenre 10— 15 nokodie-
HUil. [103TOMYy CTOPOHHHMKM TPAAMLMOHHOTO CHHTETHYECKOrO MOJXO/A K IBOJIOLHH
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06bIYHO He yrioMHuHaIoT padoty LllanonnukoBa, XoTsi oHa U GblJla MHOTOKPATHO H3/ia-
Ha 3a py6exxoM (Shaposhnikov, 1961, 1965, 1966, 1981, 1984, 1990).

[eHeTHyecKr acCUMUIIMPOBAHHBIE MOP(]O3 (TeHOKONMS MOp(03a) OTJIHYaET-
Cs OT ero UCXOMHOU (peHOKOMUU. Ha 3T0 06¢TOsITENLCTBO HACTONYHBO YKA3bIBa-
au V. Y. [lImanwraysen (1946) u [ @. Taysze (1941, 1984). [1puunna pazauuus
3aKJII0UaeTCsl B TOM, UTO MepBOHavYabHas (heHOKOMHs (hopMHUpYyeTCst MO e T-
BHEM CpeJIOBOTrO (haKTopa Ha OTpeJie/IeHHYIO CTaiHI0 Pa3BUTHsI. ACCHMHUJISIIHS
3aKJI0uaeTess B MoAOOpe BCEBO3MOXKHBIX aJljiesiedl U reHOCOUeTaHHH, KOTOpble
TeM WJIH MHBIM CHOCOG0M CrocoOCTBYIOT (hopMHpoBaHHI0O Mopgo3a. Bmecre
C TeM, HOBBIHl TeHOTHI M3MeHsieT (DU3MKO-XHMUYECKHe CBOHCTBA 1/ WK XapaKTep
MOBeJeHHsT KIEeTOK BO MHOTHX TKaHsIX OpraHH3Ma Ha MHOTHMX CTaJHsIX pa3BHUTHS,
TaKUM 00pa3oM OrlpejieJisisi BOSHUKHOBEHHE MHOTUX OTJIMUHI (heHOKOTIHH OT re-
HOKOTIHH.

6. 6. TEHETUMECKASI ACCUMUJIILMS U HEOJAPBUHU3M

OnHaxKp! MPUHSITasT TEOPHsT OTPeesIsieT NaJbHEHIIyI0 TPAKTHKY HCCJIeNoBa-
HHUI ¥ TOJIKOBAHHSI MOJTyYEHHBIX Pe3y/bTaToB. ABTOPBI CHHTETHUECKOH TEOPHH 3BO-
JIIOLIMH TIPU3HABAJIN FeHETHYECKYIO ACCUMUJISILII0 MOP(O30B JIUILb B BHJIE TI0JI€3HO-
ro yactHoro ciydasi (Simpson, 1947; Stebbins, 1965) un He npusHaBaJiu ee BOBCe.
JleiictBuTenbHO, Hexonis U3 BeiicManoBcKoro moctysiata 06 o[HO3HAYHOM COOTBETCT-
BUY TeHOTHIA U (PeHOTUIIA, aCCHMUJISILIMIO MOXKHO MPEICTABUTh JIUOO KaK Pe3yJibTaT
JIEFICTBHST MeXaHU3Ma, Tlepelaloliero HH(opMalHio OT (heHOTHIIA K TeHOTHITY, JUG0
Kak ObICTpoe (B TeueHHe HeCKOJIbKUX MOKOJIEHHUI MoC/Ie H3MEHEHHUs! Cpeibl ) MyTHPO-
BaHHe T'eHa, YYaCTBYIOLIEro B OMNpelesieHHH JaHHOTO TIPU3HAKA, MPUYEM MyTalusi
JI0JDKHA 06eCreynBaTh pa3BUTHE UIMEHHO TAKOTO MPHU3HAKA, KOTOPBIH GbuUT TpHobpe-
TeH IO/ PSIMBIM BJIMSTHUEM CPEIOBOT0 U3MeHeHHsl. OHAKO MeXaHH3M TPsIMOIi repe-
Jiaun MHGOpMAaLKK OT (PeHOTUIIA K TeHOTHITY He U3BECTEH, a MePeXo]] Hy?KHOTO reHa B
HY?KHO€ COCTOSIHME MaJIO 0XKMJaeM B CHJTY CJIy4aliHOCTH MyTalMil: OHU He 3aBUCSIT OT
reHOTHIIA U (DeHOTHIIA, 1 HEBO3MOXKHO MPEICKa3aTh, B KAKOM I'eHe M Kakasl BO3HHK-
HeT MyTallisl B OTBET Ha TO MJIM MHOe BHelllHee Bo3zelicTue. [Tostomy H. B. Tumo-
theeB-Pecorckuit (1960) cunrasn, urto HacsenoBaHue MOP(HO30B «JIOTHUECKH He-
npencraBumMo». COOTBETCTBEHHO, TNpPH3HAHHE T'eHETHUYECKOH aCCHMMUJISILUH
HeoOXOIMMbIM 3TArlOM 3BOJIIOLMH BbI3bIBAeT HEOOXOIUMOCTh MepecMoTpa OCHOB
HeonapBuuuama (Newman, 1992), 3aTo B pesy/ibrate MOTyT ObITh CHSAThI HauboJiee
CylIeCTBEHHbIE MPOTHBOPEUHS MEXK]TY 1APBUHU3MOM H HeIaPBUHOBCKUMH MOJX0/1a-
MH K 3BoJItoLH (cM. Simpson, 1953a).

C TOUKH 3peHHs] SMUTeHeTHUECKOH TeOPHH, TIpsiMast Tiepeaaya HHOpPMAaLIHH OT
(heHOTHITY K reHOTHUITY He HyxkKHa. HoBoe cooTBeTCTBHE MeKITy (DeHOTHIIOM U FeHO-
THUTIOM YCTaHABJMBAETCsl B pe3ysibrate 0T6Opa cpeau HaubGosiee XKHU3HECTTOCOGHBIX
MOp(030B Ha MOBLILIEHHE YCTOHUUBOCTH MX MOpdoreHe3a. [1pu 3Tom Mopdosioru-
YecKue MepecTpoiiKH, COMPOBOXKIAIOIINE Pa3BUTHE MOP(O30B U HX HAC/IEICTBEHHOE
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3aKperjieHue, He COOTBETCTBYIOT OIpejleJieHHbIM MyTalusiM reHoB. OIMH U TOT XKe
MOp(o3 MOXKeT ObITh ACCHMUIIMPOBaH GJ1arofapsi o4eHb 60JbLIOMY UHCJy pa3Ho00-
Pa3HbIX FeHeTHYECKUX U3MEHEHHH, MHIMBUaJbHOCTb KazK/I0Tr0 H3 KOTOPBIX HE BJIH-
sIeT Ha XapakTep sBoJitolnd. Hanpumep, Helopa3BUTHE KOHEYHOCTH MPH MEIOMOP-
o3e (cM. puc. 7) MOKeT ObITb BbI3BAHO HU3KOH CKOPOCTBIO J€JIEHHST HJIM HH3KOH
MHIpAllMOHHOM criocoOHoCThI0 KaeToK (Alberch, Gale, 1985). Ha kaxbiii U3 3THX
NapaMeTpoB BJIMSIET OFPOMHOE YHUCJIO TeHOB, O€JIKM KOTOPBIX ONpelessiioT Takue
CBOKCTBA KJIETOK, KaK MOJIBHAKHOCTb, CMIOCOOHOCTb U3MEHSATL POPMY, pearnpoBaTh
Ha orpejie/IeHHble XHMHYECKHE CTUMYJIbl, COSAMHSITHCS C APYTUMH KIeTKaMH, Bbljie-
JISITh MEXKKJIETOUHOE BeILeCTBO OTpejiesieHHoro cocrana u T. 1. (Oster et al., 1988).

Bouiee Toro, mopdoreneTnueckuii npotece oMHAKOBO pearupyer He TOJIbKO
Ha camble pa3HOOOpa3Hble H3MEHEHHsl 'eHOTHIA, HO W Ha camble pasHooOpasHble
repeMeHbl B Cpejie pa3BUTHs1. DTa HecreUHpHUHOCTb BO3MYLIAIOLIKX (haKTOPOB OT-
paxkaetcsi B (hOPMHPOBaHMH MOP(O30B: OAMHAKOBbIE (PEHOTHIbI PA3BUBAIOTCS
BCJIEJICTBHE MYTALMi B pasHbIX 'eHax U Pa3HbIX BHELIHUX BO3NEHCTBHH — TerJio-
BbIX, XOJIOJIOBBIX, XUMHUeCKHX, paauainoHHbix (Waddington, 1962). 1o Boipaxe-
nuto M. Kumypsl (1985), «reHomy Bce paBHO, UTO HacseoBaTh». TOUHO TaK ke
1 OHTOreHe3dy «BCe PAaBHO», B OTBET HAa KaKOH CTUMYJI, BHELIHHH WJIM BHYTPEHHHUH,
OyleT pa3BUBATbCsl HOBBIH (DEHOTHIT: OTCIOIa MHOTOKPATHO OTMEYEHHOEe OTCYTCTBHE
OJIHO3HAYHOTO COOTBETCTBHUSI MeXIy TeHOTHNoM W (enorunom (Maynard Smith,
1958; Tumodpeen-Pecorckuii, FMsanos, 1966; de Beer, 1971; Goodwin, 1994).

HecneuuduynocTb akTopoB HapylleHHsl OHTOTeHe3a OOBSICHSIET, Mouemy
FeHOTHI, CHOCOOHBIH K HACJ/eACTBEHHOH Nepeaaye 3KOJOTHYECKH ajleKBaTHOro
Mopo3a, MoxKeT ObIThb Mo06paH oueHb ObICTPO, MPUUEM HE3ABUCUMO OT crocoba
pa3MHoxkeHHs1. JIo60# Mopdo3, BbI3BAHHBI BHELIHHM BO3[AEHCTBHEM, MOXKET
ObITb HACJEACTBEHHO 3aKperJieH B rpolecce cTabMIH3Upylollero otéopa: Bce
Mopdo3bl Berpeuatotest B Bujle renokonuit (layse, 1941). Uro6bl cienath nocses-
Hee yTBEepPXKIEHHE OUEBHIHBIM, He HY:KHBI CrelHa/bHble apryMeHThl, MOCKOJbKY
0 €ro CIPaBeIMBOCTH CBUETE/IbCTBYET OMNbIT YeJioBeyecTBa B 06J1acTH MpaKTHYe-
CKOH CeJIeKIIHH: OFPOMHO€ YHCJIO BbIBEAEHHBIX TOPOJ, COPTOB, JIMHUH M pac —
He YTO HHOE KaK acCHMUJIMpoBaHHble MOPh0o3bl. [T03TOMY, BONpeKH Mo3ULHUH HEO-
JIAPBUHM3MA, TEHETHUECKYI0 acCCUMMJISILMI0O MOP(O30B cjelyeT paccMaTpHBaTh
He Kak JIIoOOTMbITHBIN YaCTHBIN Calydai, a KaK OJIHO H3 OCHOBHBIX 3B€HbEB IBOJIIOLHU-
OHHOH TEOpHHM, OTpaxKalolllee HEMHHYEMbIH Tarl Mpollecca IBOJIOLHH.

MH02KkeCTBO MOTEHLIHALHBIX TeHETHUECKHX CITOCOO0B aCCHMHUIISILIMH KAXKI0T0
Mopo3a JieslaeT HeCylIeCTBEHHbIM HaJMuHe WJIM OTCYTCTBUE KaxKNOH OTHEJbHOH
reHoBapHalKH. B 3Tol CBSI3U MOHATHO, MoueMy padHoo0pa3ue KOHKPETHBIX aJlie-
Jiel U UX COYeTaHWH He HMeET CYLLeCTBEHHOro 3HauUeHHUs! Uil HarpaBJeH sl U CKO-
POCTH 3BOJIOLMH (cM. raBy 3). COOTBETCTBEHHO, H300paXKeHHe IBOJIOLKH B BUIE
M3MEHEHHs] YaCTOT OT/AEJbHBIX F'€HOB, COCTABJSIIOILEE TEOPETHUECKYIO OCHOBY JI10-
60ro yueOGHHUKA MO BOJIIOLIMOHHON OMOJIOTHH, 10 CYLECTBY TTOYTH HMUYETr0 He c000-
1aeT o GHOJIOrHYECKOM (3KOJIOrHYeCcKOM, (yHKIIHOHAJIbHOM, MOPHOJOTHIECKOM )
Xapakrepe 3BOJIOLIMOHHOTO Tpoliecca.
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Ha sasbike BeficmaHoBcKoro npeictaB/ieHdsl 0 HACAEACTBEHHOCTH TaK Ke
TPYAHO OOBSCHUTL, TIOYEMY MyTaHTHblE (DEHOTHITbI, OY/ydyH B 3HAYUTEJbHON Me-
pe WJIH MOJIHOCTBIO CJlydakHbl, NOSBJSIIOTCS B MOMYJSLUSAX B MHOTOKPATHBIX MO-
BTOpHOCTSX. COBpeMEeHHbIe HEOAAPBUHHUCTBI OOBIYHO CChIJIAIOTCS Ha 6ECKOHEYHO
60JIbLIYI0 UUCJAEHHOCTb MPUPOAHBIX MOMYJSILHMN, O3BOJSIOLLYI0 HEOJIHOKPATHO
MyTHPOBATb BCEM MOTeHLHANbHO HeycToHunBbIM yuacTkam JIHK. Onnako myra-
LMK TOYHO TaK »Ke (MPHYEM C BBICOKOH 4acTOTOMH ) MOBTOPSIIOTCS W B 9KCHEPHU-
MeHTaJbHBIX KyJbTypax, He 06/aaloluX BbICOKOH MPUPOJHON YMCJIEHHOCTBIO.
[IpuunHa npoTHBOpEYHsT — HENpaBOMEPHOE OTOXKAECTBJIEHHE MOHATHH «MyTa-
uusi reHa» u «myrauusi genoruna» (PeiiBun, 1967; [umkun, 1988a). Has
3MUreHeTHYECKON TEOPUH 3TO POTHBOPEYHE HE CYLLECTBYeT: FTeHETHUECKUHE MY-
TaUUH JeHCTBUTEJLHO GoJlee WK MeHee CaydaliHbl, OJJHAKO HX BHELIHee MpOosiB-
JieHHe HU B Koell Mepe He caydaiiHo (Waddington, 1975; IlImanbraysen, 1982;
Alberch, 1989), NocKoJbKY CTPOro orpaHuyeHo MOP(OreHeTHIECKHMH MpolieC-
camH, KOoTopble (hOPMHUPYIOT OJIMH H TOT Ke (PeHOTUI B OTBET HA camble pa3Hble
CpeloBble U reHeTHYecKUe BosieicTBUs. CieloBaTe/bHO, 3BOJIOLMS HA CBOEM
NepBOM 3Tane UAeT MOCPEACTBOM €CTEeCTBEHHOr0 0T60opa (PeHOTHITHYECKHUX Ba-
pHaulMii, KOTopble He 3aBUCAT OT TpeGOBaHUN aanTUBHOCTH, HO OTHIO/b HE CJly-
YalHbl 10 OTHOLIEHHIO K HCXOAHOMY (PeHOTHNY H (hOPMHUPYIOLLEMY €r0 OHTOre-
Hedy. HecsyyailHocTs HoBOro ¢geHoTHna OTHOCHTEJbHO HOBOH 3SKOHMILH
NOSIBJISIETCS] B XO/€ AJIbHEHILEro cTabuIn3upytolero otréopa.

HecneuuduyHocTh reHeTHYECKUX H3MEHEHHUH, 00ecreuuBarolMX HaCeACT-
BEHHYIO (PHKCALMIO JAaHHOTO MOph0o3a, CTABUT BOMPOC: MOKET JIM KOHKPETHbIH re-
HOTHIT aCCHMHJIMPOBATh J1060H Mopdo3, popmupyeMblii oHToreHe3oM? MHbIMH
CJIOBAMM, CYLIECTBYIOT JIM FeHeTHYeCKHe orpaHuueHus (genetic constraints) cko-
POCTH 9BOJIIOLMOHHOTO TIpoliecca? Bo3MoxKHO, OTBET JI0/I2KEeH ObITh MOJIOKUTEJb-
HbIM, B 0COOE€HHOCTH YYHUTBIBAsl TOT (PAKT, UTO MOJUMOP(HU3M I'eHOB JasieKo He 6e3-
rpaHudeH W 0ObIYHO He MpeBbIlIaeT HECKOJBKUX JECATKOB ajulesiell Mo KaxKaoMy
gokycy (Inasko, 2000). [To kpatiHe# Mepe, MHOTHE CUMTAIOT FreHETHUECKOE OTPaHH -
yeHHe 3BOJIIOLMK peasibHocTbio (Futuyma et al., 1993, 1994, 1995; Rose et al.,
1996; Raff, 1996). B nonrBep:xnenune npusoasit, Hanpumep, coobiienne K. You-
JIMHITOHA O Hea(ppeKTUBHOCTH 0TGOpA HA aCCUMUJSLMI0O MOp]o3a B MHOPEIHbIX
JiHUsIX TooBo# mytiku (Waddington, 1961, 1975). Bmecte ¢ TeM, acCUMUJISILIUS
Mopdosa Bithorax y nposoduibl BoamoxkHa Ha done uH6puaunra (Ho et al.,
1983). OueBupHo, uto npodyieMa reHeTHUECKUX OrPAHUUYEHUH SBOJIIOIIUY TpebyeT
JaJIbHEHIITHX UCCJIeIOBAHUH.

6. 7. IBAIANTALUS

B cBs3u ¢ TeM, yto dopmupoBaHue MOp(o30B siBJIsIETCs HEOOXOAMMON CTa/IH -
€l 3BOJIIOLIMOHHOTO TIpoliecca, HopMavlbHble NIPU3HAKH OJHHX BMJIOB YACTO CXOIHbI
¢ Mopo3amu Apyrux, GJM3KHX BULOB. BmecTe ¢ TeM, JLOCTATOYHO OYEBMIHO, UTO
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NPUPOHbIE BUIbI HE SIBJSIOTCS TOJBKO JIHILIbL aCCHMUJIMPOBAHHBIMH MOpPh03aMu
JIPYT pyra. Ypoaubl OTJUYHbBI OT HOPMaJIbHBIX (PeHOTHUTIOB HHBIMH, G0Jlee H3MEHUH -
BbIMH TPOTOPLMAMH. HecorsacoBaHHOCTb pa3MepoB OpraHoB 00YyCJ/aB/JHBAET HX
(hyHKLUMOHHPOBAHHE, MeHee COBEPLIEHHOE M0 CPaBHEHUIO C POJICTBEHHBIMH BUAAMHU:
Mopho3bl unadanmusrol (Pacanupiz, 1986). [Tostomy Besien 3a reneTnueckol ac-
CUMHUJISILHER HOBOro Mopo3a oTOOP coKpallaeT MonyJ/siMOHHYI0 U3MEHUHMBOCTD,
MPHUBOJISI K CTAHOBJIEHHIO HOBOTO CTAaHAAPTHOrO (heHOTHMNA, COOTBETCTBYIOLLEro 06-
1LIUM F€OMETPHYECKUM 3aBUCHMOCTSIM CTapLUIero TakCoHa U JIOKaslbHO ONTHMaJIbHO-
ro Mo OTHOLUEHHIO K 3aHUMaeMOH 9KOHHUILE, UK HHaue, asadanmusrozo (Pachu-
1piH, 1986).

HauGosee sicHylo uuocTpauuio npoliecca 3BajanTaludd JaloT pabdoTbl
C. C. llIrapua u ero xoJuier no uccjaepoBaHuio Mopo-pyHKIIMOHAILHBIX acrek-
TOB TIPUCTIOCOOJIEHHS JKHUBOTHBIX K FMIOKCHH (HU3KOMY COJEP:KAHHIO KHUCJ0POAA)
B ropax. [lepBasi peakusi opraHuaMa Ha HEJOCTaTOK KMcJ10pojia — HHTeHCHpHKa-
1usi KpoBooOpalleHusi. [1oaToMy HU3KOrOpHbIE MOMYJISIMY PABHUHHBIX BUIOB MO-
qeBok Clethrionomys rutilus v C. glareolus xapakTepusyloTcst yBeJIMUeHHBIM Pa3-
MepoMm cepaua. OfHako THIHUHO BbICOKOropHble BHabl C. frater w Alticola
argentatus UMeloT cep/ilia 06bIYHOH BesJMUHHBL. Takue xe cpaBHUTEJbHbIE JaHHbIE
MoJTyueHbl T10 JOMOBBLIM MbIIIaM, POIOIIMM rpbisyHaM W nuntyxam (11Isapi, 1980).
AnasnornuHo, poi6bl, aanTHPOBaHHblE K THIIOKCHH, B OTJIHUHE OT MEJKOBOIHBIX
¢hopM, He YBEJMUMBAIOT BEHTHJISILUIO 2KaOp NMPH HACTYIJIEHHH IePULHTA KUCJIOPO-
na (Steffensen et al., 1982). B o61i1yto kKapTHHY yKJIAILIBAIOTCS U MEIUIIHHCKHE HC-
CJIE/IOBAHHUS: y UeJioBeKa — HeclelHaJu3MPOBAHHOTO CyLLeCTBAa — MPH NOAbeMe
B FOpbl BO3pacTaeT KOHLEHTPALMsl KHCJIOPOA B KPOBH, HHTEHCHHLMPYETCs KO-
Boo6patiieHue u apixanue (Buskirk, 1978; Dempsey et al., 1982; Houston, 1983;
Bouverot, 1985).

Pegysibrathl, Kazajsoch Obl, MapaloKcasbHbl: NOMYJSLUH BUIOB-TeHEpaJuC-
TOB OOHApPY:KHUBAIOT OYEBMJIHbIE MPUCIOCOONEHHSI K IKCTPEMaJbHbIM YCJIOBHSIM,
a crnenManusupoBantble BUabl — HeT. Onnako, o C. C. [Bapuy (1980), ropHbie
MOMyJISILMH FeHePaJHCTOB — JIMLLb MepBast CTajusl 9BOJMOUMH (Ha A3biKe DT —
ACCHMUJIMPOBaHHbIA MOp03). MHTeHCHBHOE KpoBOOOPpallleHHE M YacToe JbIXaHHe
MoHayaJly alanTHBHO BBITO/HBI, TOCKOJIBbKY MO3BOJISIIOT TPOHUKHYTh B HOBYIO HULLY,
0JIHaKO OHH TPeBYIOT yBeJMUEHHBIX SHeprozarpaT. TouHO TaK »Ke U BbICOKasl KOH-
LeHTpalLus reMorJo01Ha, feJast KpoBb HoJiee B3KOH, TpeOyeT coBeplleHHsT 60JIb-
wef paboThl 110 ee LUPKyJsLMU. [Toatomy otr6op, MeieHHO NpeBpalias aCCHMHU-
JIMPOBAHHBIH MOP(03 B CrieLMaJIM3HPOBAHHBIN TOPHBIA OpPraHu3M, BO3BpPALLAET eMy
HOpMaJibHble MOPOJIOTHYECKHE TTapaMeTpbl, OJIHOBPEMEHHO BbI3bIBAsI CTAHOBJIE-
HHE THITHYHOH YePThl TOPHBIX BUIOB — BBICOKOI'O CPOJACTBA FeMOrVIOOHHA K KHCJIO-
pony (Butler, 1991; Saunders, Fedde, 1994). Hanpumep, remorsio6unbl sikoB
1 HEKOTOPbIX BBICOKO JIETAIOLIUX MTHIL COCTOSIT U3 YETbIPEX MOJIEKYJISIPHBIX ppar-
MEHTOB C Pa3HbIM CPOJCTBOM K KUCJOPOJLY; KaxKblil hparMeHT paGoTaeT B onpejie-
JieHHoM auanaszoHe ycioBuil (Weber, 1992). CxonnbiM 06pa3oM, riy6oKOBOJHbIE
JKUBOTHbIE MMEIOT 3anacHble 3Heprocbeperatolie MetabouuecKie MyTH, Ha KO-
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TOpble UX OOMEH BelLeCTB MePEKIIoYaeTCs MPH MOHUAKEHUH KOHLEHTPALMH KHCJI0-
pona (De Zwaan, Putzer, 1985).

Takum 06pa3om, MOKHO BHETb, Kak 0TOOpP Ha MHHHMaJbHYIO SHEProeM-
KOCTb MPUBOJMT K 3aMeHe MOpdo-(PpyHKUHOHANbHBIX aflanTalluil Ha MOJIEKYJIsIp-
HO-OMOXHMHUECKHEe, He Tpebylollile AJs1 CBOEro OCYLIeCTBJEHHUS A0MOJHUTENb-
Ho#t TpaThl sHepruu. [To C. C. sapiy (1980), skoHomuzaiusi o6MeHa BellleCTB
UMeeT pellaiollee 3HayeHHe B MPUPOJIe U MPEACTABISIET ONpeesiollee pasJiu-
YyHe MEXIy eCTEeCTBEHHbIM M MCKYCCTBEHHbIM OTGOpOM. JlomalliHMe >KHBOTHbIE
OCTAIOTCSl TeHETHUECKH aCCHMUJIMPOBAHHBIMH MOP(o3aMH, TOra KaK CTaHOBJIe-
HUE IMKUX BUIOB TIPOXOUT Yepe3 Tan 3BajanTallik (BCeCTOPOHHEN aganTalum)
(heHOTHINA, BOCCTAHABJIUBAIOLLEH KOMIIPOMHUCCHbBIE COOTHOLLIEHHSI OPraHoB, CBOM -
CTBEHHbIE CTaplleMy TaKCOHY, U NMPUBOAsLLEH (DEHOTHIT B OJIHO U3 9KOJOTHUECKH
ONTUMAaJIbHBIX COCTOSIHUM, YKJIOHEHHE OT KOTOPOr0 YBEJUUMBAET SHEPrOEMKOCTb
JKU3HEHHOTO LK.

[Ipouece sBananTaluyu MoXKeT COCTOSITb H3 MHOXKECTBA 3JIeMEHTAPHBIX 3BOJIO-
LIMOHHBIX LMKJIOB lecTabuIn3alnu H crabuinsaunu penodonna. Mamenenue ogHoro
BHJIa MOXKET MOBJIEYb U3MEHEHUS] IPYTHX KOMIIOHEHTOB IAHHOH U JIPYTHX SKOCHCTEM.
[TosTOoMy 3BOJIIOLMS, pa3 HAYABLIMCh, MOXKET POAOJIKATLCS HEOMPEEEHHO J0JITO.
[TosiHast COOBLITHI HCTOPHS TPUPOJIHBIX BUIOB HE MO3BOJIMJIA 3BOJIIOLHH OCTAHOBHTD-
Csl HAa MHAJIANITUBHOM COCTOSIHUM W 00YCJIOBHJIA GOJIbLIYI0O KOHKYPEHTHYIO Croco6-
HOCTb JMKHX CYLIECTB MO CPaBHEHUIO C JOMALUHMMH >KHBOTHBIMH M KYJIBTYPHBIMH
pacTEeHUsIMH.

Pestomupyem coiepkaHue SMUreHeTHIeCKOH TeOpHH 3BOJIOLUH. DJieMeHTap-
HbIH 9BOJIIOLIMOHHBIH LIUKJ COCTOUT U3 MOCJIEI0BATENbHBIX CTAMH YTPaThl U NPHOOG-
peTeHust peHOTUNHYECKOH ycToHYnBOCTH. Ha nepBom stane npexie cTaGU/IbHbIH
(heHOTHI NoNafaeT B HENMPHUBbIYHbIE YCJOBHS pa3BUTHS U 0OUTaHus1. B HOBBIX yciio-
BHUSIX YCTOHYHBOCTb HHIMBHIYaJbHOIO PA3BUTHS yTPAUUBAETCS, U MOMYJISILUS CTa-
HOBMTCS 60Jiee H3MEHUUBOM, MOPOXKAAS HETHITHUYHbIE (PEHOTHIIBI — MOpPQO3bl, KO-
TOpble TIOMyJsILMSl TIPELOCTaBJSET €CTeCTBEHHOMY OTOOpY B KauyecTBe ChbIpOro
marepuasa Juisl fajbHeilield sBosolnd. Ecau onnH U3 Mopdo3oB oKasbiBaeTcs
CrocoGHBbIM CYILLeCTBOBATH B HOBOH cpefle, TO CTaOWJIM3UPYIOUIMH 0TOOP B MOJb3Y
9TOro Mopdosa rnepecTpauBaeT OHTOreHe3 TakKuM 00pa3oM, YTO COOTBETCTBYIOLIAS
TPAEKTOPHUsI Pa3BUTHs MpPHOOpeTaeT YCTOHYMBOCTb. B pesysbraTe cokpauiaercs
MU3MEHYHUBOCTD MOMYJISIHK U TIPOMCXOUT MeHeTHYEeCKast aCCUMUJISILIUS 9TOTO MOP-
tho3a. Accummnisiuusi Kaxaoro Mopo3a BO3MOXKHA Ha OCHOBe O4YeHb GOJILIIOTO
YhcJla FeHOBAPUAHTOB, MOITOMY HasIMuHe KOHKPETHBIX ajliesiell U UX COUueTaHHui He
OKa3bIBaeT BJIMSIHUS Ha XapakTep 3BoJtoLH. CrieloBaTe/IbHO, HET OCHOBAHHUH OMHU-
CbIBaTh 9BOJIIOLMIO KaK TPOLECC PacrpoCcTpaHeHUs OTAEJbHbBIX aJjlesiell B reHo-
thonze nonyssurn. Mopdosbl ABASIOTCS HayalbHON CTauel SBOMIOLUH U OTYACTH
ONpENESIIOT MyTH, 10 KOTOPbIM HeT H3MeHeHHe opraHuamMoB. HasbHeHnH ecre-
CTBEHHBI 0TOOP MPUBOAUT K MepPeCcTPoiiKe Bcell SMUreHeTHUeCKON CHCTEMBI MTOMTy -
JISILMKM C OMpe/iesIeHHbIM MPOCTPAHCTBOM BO3MOXKHBIX MOP(O30B H HOBBIM CTaH-
JapTHbIM  (DEHOTHNIOM, KOTOPBIH JIOKaJbHO ONTHMaJeH MO0 OTHOLIEHHIO
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BEA3OBbLIE NMONOXEHUA

VIBMEHERWE T EHOTVNA 3BONIOLMS W3MEHEHWE GEHOTUNA
MPEALWECTBYET OCYLIECTBNSAETCA NPEOWECTBYET
USMEHEHWIO ®EHOTUMA ECTECTBEHHbIM WU3MEHEHUIO
OTBEOPOM TEHOTUMNA
HEOQAPBUHU3M: SMUIEHETUYECKAS TEOPUS:
OTBOP OTEOP MOP®O30B U MX
FEHOBAPUALINIA FEHETUYECKAST ACCUMUNALINS
MYTALIMOHU3M: CUHTETUYECKASA TEOPUA:
OTBOP HOBbIX OTBOP HOBbIX COYETAHUI
TEHOB TEHOB
TEOPUMU

Puc. 8. CooTHolleHKe 9BOJIIOLMOHHBIX KOHUETLHUH, pa3p368TbIBa€MbIX 6HOJI0TaMH Halllero

BpEMEHH.

K 3aHUMaeMOl 3KOHHLLUEe M OTBEYaeT 3aKOHOMEPHOCTSM CTPOEHHMs, OOLUMM Julsi
cTapluero TakcoHa. C TeopeTH4eCKOl TOUKH 3peHHs KpailHe BaxHO, 4To wist T
0TOOp B €CTECTBEHHOH NMPHPOIHOH 0OCTAHOBKE BCETAA UMEeT TOJbKO CTAOUJIN3H-
pylOILME XapakTep, a Jyisl 1eCTabUIU3aLHH MOMYJISHOHHOrO (eHopoHAa A0CTa-
TOYHO ocJsabJieHus1 0T6opa.

CoorHowenre ITD ¢ ApyrUMU IVIAaBHBIMH 3BOJIIOLMOHHBIMH KOHLEMLUSIMU
COBpEMeHHOH GHOJIOTHH BBITJISIUT caieylolium obpaszom (puc. 8). Heonapeuuusm
(reHeTHyecKasi TeOpHsl) OCHOBAH Ha MOJIOXKEHHH, YTO IBOJIIOLMS HIET 3a CUET OTGO-
pa reHoBapuauuii. B pyciie HeopapBHHH3Ma CYLLLECTBYIOT IB€ KOHLEMLMH, 1PUHAAL0-
lLIMe pa3HOe 3HAYEHHE XapaKTepy IBOJIOLMOHHO 3HAYHMON H3MEHYMBOCTH: MyTa-
LIHOHH3M PaccCMaTPHUBAET 3BOJIIOLMIO KaK T1poliecc 0T6opa HOBbIX MEePCIEKTHBHbIX
reHOB, @ CHHTETHYECKasl TeOpUsl — Kak peKOMOMHALMIO F'eHOB H OTOOP MX HOBbIX
MepCreKTUBHBIX CoueTaHUH. B MpoTHBONONOKHOCTD HEOJAPBUHU3MY, SIHUIEHETH-
yecKasi TEOPHUS ONUCBIBAET 3BOJIIOLMIO B BHJE 0TOOpA MePCHeKTUBHbIX (PeHOKOMUH
MOp(030B ¢ HX MOCJEAyIOleH reHeTHIECKOH accuMUIIsiiMell. PaceMoTpuM pouib,
KOTOPYIO 3Ta TEOPHUSI MOXKET ChIrpaThb B 001leld OHOJOTHH OYayLLEro.
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«Hacaedcmesernnolx sapuayuti oeparuyeHHoe 4ucao,
U OHU UOYM N0 ONPeOeNeHHbIM HANPABACHUIM Y

JI. C. bepe (1922)

B 3roit rmaBe o6cyumM BO3MOXKHOCThL COEIMHEHHST BOJIOLMOHHON GHOJIOTHU
C KOHIIEMUUSIMH, CYIIeCTBYIOLIMMU CTO U GoJiee JIeT 3a MpejiesiaMu Kpyra siBJeHHH,
VJIOBJIETBOPUTENILHO OOBSICHSIEMBIX ¢ MO3UIMH HeojapBuHU3Ma. OcTaHOBUMCS Ha
JIBYX TAKHX KOHIETMUMSIX: HACJIeJ0BAHUU MTPUOGPETEHHBIX TPU3HAKOB U HOMOTeHe -
3e. [TockosbKy MpeaMeT H3JoKeHHUsI TIpeJiioiaraeT HeKOTOPYIO PETPOCHEKTHUBY, TO
3TH IVIaBbl HeH36€XKHO BBIXOASAT OTYACTH HCTOPHUYECKUMH.

Hcropuio Hayku Hesib3si pacileHUBaTh Kak JII0GOMbITHBIH aHTHKBApUaT. 3Ha-
HHUEe Pa3BUBAETCS He JIMHEHHO, a M0 BETBSALLUMCS TPACKTOPUSIM SKCTEHCUBHBIM ITy-
TeM npo6 1 o1n6oK. PaHo Wiy Mo3/IHO TeKylllee HaNpaBJeHne 0Ka3blBaeTCs Bbipa-
60TaHHBIM M TepecTaeT JaBaTh HOBOEe MOHHWMaHHe. B 3To Bpewms liesecoo6pa3Ho
BepHYThCS HA3aJl K KOTIa-TO OCTaBJIEHHDBIM MOHSITHSIM U MOMBITATbCS UCMOJIb30BATh
UX JIIs1 IBUZKEHUS] TI0 HOBOMY TTyTH.

Bernsienne nHayuHoro 3HaHusi o6yc/aBJMBaeT OJIHY XapaKTepHylo ocobGeH-
HOCTb CyO'beKTHBHOTO BOCIIPUSITHS albTepHATUBHBIX HAMlpaBJIeHUH UCCIIe0BaHUSI.
C no3uin# TeKyllero HanpaBJeHns He BUIHBI BETBH, OTOLIE/IIIHE OT O6IIEro CTBO-
Jia paHee: Jito6ast U3 aJbTePHATHBHbBIX TPAEKTOPHH MPeJICTAET B BUJIE €IMHCTBEHHOH
TOYKH B TIPOLIJIOM — TOYKH, IJie POU30IILI0 OTBeTBJAeHHe. [ToaTomy a/1st cTopoH-
HUKOB CHHTETHUECKOH TEOPHUH STUTeHETHUECKHH MOJIXOJI, COBPEMEHHAs BEPCHsI KO-
Toporo Gepet Hauasio ot pabor M. M. llImanbraysena, MoxKeT BbITJISIETh CTAPO-
MOJIHO. DTO BrieuatjeHrne 0OMaHUMBO; SMUreHeTHYeCKasi TEOpHsl SIBHO SIBJISIETCST
6oJiee eMKOH KOHLIeMIMEeH, crtocoOHOH Ha HOBOe 00 beIMHeHHEe 3HAUUTEJbLHOH Uac-
TH KJJACCHYECKOH U COBPEMEHHOH OUOJIOTHH.

7. 1. 3BOJIOUMOHHBIE KOHUEMUUU JIAMAPKA

JlapBHH MHOTOKPATHO TOBOPHUJI, UTO TEOPHsl €CTEeCTBEHHOTo O0TGOpa He HC-
yeprbiBaeT Mpo6/ieMaTHKy 3BOJIOLMH, MOCKOJIbKY PaCCMATPUBAET MOJIEPIKAHNE
1 npeo6pasoBaHue GeHOTUTTHIECKON H3MEHUHBOCTH, HUUETO He TOBOPSI O TIPUUH-
Hax u npotecce ee Bo3dHukHoBeHus ([apsun, 1991). C Touku 3peHust CHHTETHYE -
CKOH TeOpHH, UBMEHUHBOCTb (DEHOTHIA — TO K€, UYTO M3MEHUMBOCTb TEHOTHIIA,
KOTOpasi BO3HUKAET CJy4aiiHO, BHE 3aBHCHMOCTH OT COCTOSIHUSI BHEILIHEH Cpefpl
1 camoro rexotuna. HanpoTtus, ajist SnMreHeTHUECKOH TeOpUH (eHOTUTIHYECKHE
BapHalM{ He CJydaiiHbl. DTNUreHeTHYeCKasi cucTeMa o6JajaeT OrpaHHUYeHHbIM
YUCJOM KPEOIOB U, KaK CJe[ICTBHE, OrPaHHYEHHOH CIOCOGHOCTBIO OTBeYaTh Ha
BHEIIHHe BO3NEHCTBHUS: OHU U T€ K& peakLHH POUCXOIST B OTBET Ha MPUHLUIIHU-
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aJIbHO pasJIMuHble BJIUsSIHUSL. TeM BepHee OJHH U Te yKe M3MEeHEeHHUs Cpellbl pa3Bh-
THs1 BBI3BIBAIOT 00pa30BaHNe OJHHX U TeX yKe MOP(030B. DTO MOJNOKEHHE CTABUT
STMUTEHETHYECKYIO TEOPHIO B HEMOCPENCTBEHHYI0 GJH30CTh C IBOJIOLHUOHHBIMH
Barsiiamu K. B. Jlamapka.

[unoresa o Hecyd4allHOCTH (DEHOTHMUYECKON H3MEHUYHBOCTH MMEET JOJTYIO
JoHayunyto ucroputo (Zirkle, 1946; Burkhardt, 1984). B coBpemennyto 61osiornio
ITa THIoTe3a Bollia ¢ paboTamu Jlamapka rmouTH Ba BeKa Ha3azl. Kak u Briocsien-
creun JlapsuH, Jlamapk cuuTas, 4TO BHJABI KMBOTHBIX M PACTEHHIH MPOUCXOMAST
B 3BOJIIOLMK U3 pasHOBHAHOCTeH U pac. OHAKO 3BOJOLMOHHbIE paboThl [lapBruHa
He CcojlepKaT THIOTe3bl O TIPOUCXOXKIEHHH PA3HOBUIHOCTEH, TOra Kak B TpyAax
Jlamapka Takasi Tunoresa uMeeTcsl. B COOTBETCTBHH € IByMsl OCHOBHBIMH 3aKOHa-
mH, npensioxkeHHbIMd K. B. Jlamapkom uisi 06bsicCHEHHsT IPUUKMH BOJIIOLHH («3a-
KOH YTIpaKHEeHHsI U HeyrpaxKHeHHsl OPraHOB» U «3aKOH HacJIeloBaHHsl GarornpH-
06peTeHHbIX MPU3HAKOB» ), Pa3HOBHAHOCTH TIOSIBJISIIOTCS] BCJIECTBHE M3MEHEHUs
YCJIOBHH CYLILECTBOBAHMSI: B HOBBIX YCJOBHSIX U3MEHsIETCs oBelleHHe ocobel, Lie-
Jiecoo6pasHo (aanTuBHO ) MopMdULIUpytoliee yroTpe6Jerue ((DYHKIIMN) OPTaHoB;
MO BAUsTHUEM (DYHKIIHOHAIBHBIX H3MEHEHNH OpraHbl MTOJMyYatoT HOBbIE MPHU3HAKH,
KOTOpble MepeatoTest ceyioliemMy nokosenuto (Jlamapk, 1955; Lamarck, 1984;
Hutton, 1899; Jordanova, 1984 ). 9tu npusHaku, peryJsipHo o6GHapyKHBaIOIIHeCs
y ocobeHl, TOABEPKEHHBIX NEHCTBUIO HEOOLIYHBIX JUISi HUX BHELIHHX (DaKTOPOB,
NPUHATO HasbIBaTh npuobpereHubiMu (Lankester, 1894). Takum o6pasom, ncxos-
Hasi runote3a Jlamapka npemrnoJsiarasia: 1) nepBHYHOCTb CPENOBBIX H3MEHEHHH M0
OTHOIIIEHHIO K MOP(OJIOrHUeCKUM; 2) aanTUBHOCTL U 3) HacJeIyeMOCTh BHOBb
BO3HHKAIOIINX MTPHU3HAKOB.

[lepBoe moJioxkeHue Teopun Jlamapka, BolpaxkeHHOe B 06111eM BHjle, He TPo-
THBOPEUUT BarJIsiiaM JlapBHHA; KDUTHKOBANUCH B OCHOBHOM YTOUHEHHSI STOTO Te-
3uca (HanpuMmep, MHeHHe JlaMapka o TOM, U4TO CpPeloBble U3MeHEHHsI B OCHOBHOM
CBOJISATCS K KIIMMaTHUECKUM ). BTOpoe 1 TpeThbe 1oJiosKeHHst GbITH MOBEPrHYTHI 06-
crositesibHOB KpuTHKe A. Beficmanom (Weismann, 1904). AprymenThl Beficmana
MPOTHB ANaNTHBHOCTH HOBBIX MPH3HAKOB CBOMMJIUCH K JEMOHCTpALMH CJydaes,
KOTJla pa3BUTHE OpraHa TMpellecTByeT ero ynotpebsaenuio. Hanpumep, KyTukymna
B3POCJILIX HACEKOMBIX C TTOJTHBIM TIPeBpallleHHeM MTOJHOCTEI0 (hOPMUPYETCsT BO Bpe-
Ms1 IMaruHaJbHOMH JIMHBKH, TI0CJIe Yero rpeObiBaeT B Hen3aMeHHOM cocTosiHnu. Crie-
JI0BaTesIbHO, (hopMa KOHEUHOCTEH U YKMJIKOBaHHE KPBIIbEB HE MOTYT 3aBUCETH OT
ynoTpe6JIeHHsT THX OPTAHOB, CKOJIb Obl PA3HOOOPA3HBIM OHO HHU OBLLJIO.

TpeTbe mosoxeHne — HacJjie0BaHKe TIPUOGPETEHHBIX CBOMCTB — HAXOMHT-
cs1 B TIOJIHOM corJiachu ¢ JlapBUHOBCKOH 'UMOTe30H HAC/IeICTBEHHOCTH — KOHILIETI-
Meil maHreHe3a, B COOTBETCTBUM C KOTOPOH Kaxk1asi KJIeTKa opraHuaMa MpojyiH-
pyeT YacTHIbI HACJEACTBEHHOCTH (T. H. eeMMYAbL), KOTOPbIE Uepe3 KPOBEHOCHYIO
CHCTeMy TOMANAI0T B raMeThl. B Xojle MHAMBHIyaJbHOTO Pa3BUTHST KAXKIBIH THII
reMMYJ1 IaeT COOTBETCTBYIOIIME KJIeTKH, 00yC/IaB/InBast TAKHM 00pa3oM hopMUpo-
BaHHe (DEHOTHIIOB, CXOIHBIX C POAUTENLCKUMU. Bospaxenus: BeficMana npoTus Te-
OpHUM TIaHreHe3a (M COOTBETCTBEHHO, TIPOTHB HAC/eI0OBaHUS TIPHOOPETEHHBIX MTPH-
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3HAKOB) BKJIIOYAJI 3HAMEHHUTBIH OMBIT C OTPe3aHHeM MBIIIMHBIX XBOCTOB: YBeUbe,
HaHOCHMOe B TeueHHe 22 MocJeI0BaTebHbIX TOKOJNEHHH, HUKAK He MOBJIHUSJIO Ha
JUTMHY XBOCTa BHOBb poxjatotuxcsi Mbiat (Weismann, 1904). OTkasasiivch Ha
9TOM OCHOBAHHHU OT T€OPHHM TaHTeHe3a W OT KOHUENIUH HacJ/eloBaHusl pHobpe-
TEHHBIX MTPU3HAKOB, BeilcMaH co3nas TeopHio 3apojblilieBol M1a3Mbl, Ha KOTOPOH
OCHOBaH COBpeMeHHBIH HeOJapBHUHH3M.

7. 2. HACJAENOBAHUE NPUOBPETEHHbIX CBOMCTB

HacnenoBanue npuoOpeTeHHbIX PU3HAKOB 0Ka3aJ0Ch A0CTATOYHO YCTOHUM-
BOH TMIIOTE30H, KOTOpasi B KOHLLE TPOLLIOro CTOJIETHsI HauaJsa npuodpeTaTh Moi-
TBEPKAAIOLLMH SMITUPHUECKUI MaTepHaJl, OIHOBPEMEHHO MPUHUMAsI HOBblE ouepTa-
HUsl. 3amellleHHe MpUOOPETEHHbIX TMPU3HAKOB TAKMMH K€ BPOKIAEHHBIMH
OJIHOBPEMEHHO MPUBJIEKI0 BHUMAHUE HECKOJIbKUX aBTOPOB, HO HanboJiee 1eTajlbHO
o6eyxnanock B paborax k. bosnyuna (Baldwin, 1896, 1902) u notomy nostyuuso
HaaBanne «3exr bonmynna». Cam ke bosmynH Ha3Bas 310 siBleHHe «OopraHuye-
CKMI 0TOOp» — SIBHO HEYAUHbIM TEPMHUHOM, ITOCKOJIbKY 9Ta Pa3HOBUAHOCTb OTGO-
pa He GoJiee opraHuyHa, ueM npouue (Simpson, 1953a). [TocseoBapiiee pasBuTHe
FeHEeTHKH M CUHTETHYECKON TE€OPHH IBOJIIOLIMH OTBJIEK/IH BHUMaHHE HAY4YHOTO c000-
111eCTBA OT HACJIeIOBaHHUs TPUOOPeTEHHbIX CBOHCTB. « OpraHuueckuii 0T60p» 6bl1
HezacsykeHHO 3a6bIT ([LIMmanbraysen, 1982), uto6bl BHOBb MOSIBUTHCSI B CEPEIMHE
HAallero CToJieTHsl B paboTax Ha PYCCKOM M YKPaWHCKOM $13bIKax M0/l HA3BaHUSIMH
«KOCBEHHBII», «COBMAJAIOLIMA» W HAKOHELl, «CTaOUIHU3UPYIOLIHI» 0TOOp: HacJe-
JIOBaHHE NPU3HAKOB, IPUOOPETEHHbBIX B XO/1€ UHAMBH/aJbHOIO PA3BUTHSI, MOJYUYH-
JIO HOBble 3KCIepUMeHTaJIbHble MOATBEPXKACHHS] W TEOPETHYECKYI0 pa3paboTKy
B CCCP (Mauukosues, 1936; Jlykun, 1939; Kupnuunnkos, 1940, 1944, 1972,
1983; Gause, 1947; llImanbrayzen, 1982).

B nawu aHu HacienoBaHue NpUOGPETEHHbBIX CBOUCTB SIBJISIETCS MOy IS PHBIM
00beKTOM HccseoBanuit. OO61Las cxeMa OMbITOB, MOATBEPKAAIOLUX BO3MOXKHOCTD
HacJ/1e10BaHUsl IPMOOPETEHHbIX CBOHUCTB, TaKOBAa: 0COOM WJIM KYJILTYPbl KJIETOK,
obuTalolIle B CriellUpUIECKOl Cpefie, TOABEPraroTes KpaTKOBPEMEHHOMY BO3MIEH -
CTBHIO XMMHUUY€ECKOT0 UJIH (husuueckoro akropa. [locse Bo3BpallleHust B npexkHHe
YCJIOBUS Bce 0COOH U KJIeTKH (HJIM O0JIbLLIash HX YacTb) 0OHAPYKHUBAIOT HOBbIE MPH-
3HAKH, KOTopble nepeaatores noromkam (Landman, 1991).

O/MH U3 IPUMEPOB CBsI3aH C BpeMEeHHbIM GJIOKUpOBAaHHEM aKTUBHOCTH re-
HOB MyTeM MX MeTHJHpoBaHus (Jablonka, Lamb, 1989). B nuddepenunposan-
HbIX TKAHSIX 9YKapHOT MHOTHE I'eHbl HAXOAATCS B HEAKTHBHOM METHJIHPOBAHHOM
COCTOSIHHM: METHJIOBBIH pajauKaJ, MPUCOENMHEHHbIH K LHUTO3UHY, H3MEHseT
KoH(opmauuio mMoJsekynsl JITHK, nenast reH HEIOCTYNMHBIM ISl PEryJIsITOPHBIX
6eJIKOB; MPH periIMKalMM IeH KOIHUpyeTCs BMeCTe C METHJIOBOH TIpynrnof
(Landman, 1991). 9kcnepumeHTalbHOe JeMETHIHPOBAHHE TIPUBOJIHUT K TOMY,
YTO B TKAHEBBIX KYJIbTYpax MOSIBJISIOTCS KJETKH APYrUX TKaHEH, NpHYeM TKaHe-
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Basl Creln(UIHOCTb HHAYIHMPOBAHHLIX KJIETOK COXpaHsIeTCs Ha TPOTSKeHHH
HEeCKOJIbKUX coTeH nokoJieHuit (Maynard Smith, Szathmary, 1995). MetuJu-
poBaHHe TeHOB MOXKeT MMeTb 3(pQeKT TakKe Ha YpPOBHE LIeJbIX OPraHH3MOB,
6. u. pacrenu#i (Jablonka, Lamb, 1998).

Jpyro#, aHaJIOTHYHBIN TIPUMEp — T. H. LUTOMNJIa3MaTHUeCKOe HAC/TEeI0BaHHUE,
CBsI3aHHOE C Iepeaaueil MOTOMCTBY KaKOro-Jn60 UHIYKTOpa — BelIecTBa, 3aryc-
KaIOILIeTo IKCIPECCHIO OTIEbHbIX reHoB. CKaXKeM, KOJIOHHIO GaKTepHil, He POsiB-
JISTIOIIHX CrielUpUIeCKOl e pMEHTATUBHON aKTHBHOCTH, TOMEIIAIOT B CPeJly C Bbl-
COKHM COJlep:KaHHeM BelllecTBa-HHIyKTopa. [locse Toro kKak 6akTepuy HAUHHAIOT
CHHTE3HPOBATh COOTBETCTBYIOUINI (hepMEHT, UX epeHOCsT 06paTHO B cpey, Gel-
HyI0 MHAyKTOpOoM. TeM He MeHee, GaKTepHH IMPOIOIKAIOT TPOSIBJSTH BBLICOKYIO
thepmenTatuBHyto akTUBHOCTb B TeueHue 100—200 nokosieHuit noj BJAUSIHUEM HH-
JIyKTOpa, COXpaHsitolllerocst U rnepepaioiierocsi B uuronnasme (Maynard Smith,
Szathmary, 1995).

LluTonasMaTHueCKOe Hac/eloBaHHe KakK Crocob Mepeiayn puobpeTeHHbIX
CBOHCTB CBIFPaJIo BaXKHYIO POJIb B PaHHEH BOJIIOIIMM SYKapUOT: Ha TaKOH OCHOBe
BO3HHK CHMOHO03 C POKAPHOTHUECKUMH MPE/IIeCTBEHHHKAMH XJIOPOIIACTOB M MH-
ToXoHIpUH. BMecTe ¢ TeM, MpHBeieHHbIE TPUMEPBI OTHOCSTCS CKOpee K paspsiiy
MoHHKaIH (orpenesieHHON H3MEHUYHBOCTH 10 JlapBHHY ), UeM K IBOJIIOLIHH, TTO-
CKOJIbKY GOJILIIHHCTBO MPU3HAKOB, TPHOOpeTaeMbIX H MepelaBaeMbIX Yepe3 [UTO-
TJ1a3My, He HOBO ¥ CBSI3aHO C aKTHBAIHell paHee CJIOKUBIINXCS KPEOIOB, BELYIINX
K (OpMHUPOBAHHIO TAKXKE He HOBBIX IIPUCTIOCOOUTENBHBIX MEXaHH3MOB.

[TosTOMy snureHeTHYeCKasi TEOPUsT BKJIOUAET TOJNBKO OIUH M3 BO3MOMKHBIX
MeXaHH3MOB HAcCJIe[OBaHHUsT MPHOGPETEHHBIX CBOUCTB — TI'eHETHUECKYI0 ACCHMHU-
gsitio Mopcosos (Waddington, 1942, 1952, 1953). [TocsenoBaTesibHOCTb 3BO-
JIIOIIMOHHBIX COOBITHH, paccMaTpuBaeMasi TeOpHeH, COBMAAET C XOIOM IBOJIOLHH,
Kak ee nipenctasysi K. b. Jlamapk: npusHak, TOSIBUBLINKCS IO/ BIUSIHUEM Cpe-
JIOBOTO H3MEHEeHHsI, CO BpeMeHeM CTaHOBUTCSl HACJENCTBEHHO 3aKperieHHBIM.
Tak nnu nHaue, Bce MPU3HAKU BCEX OPraHU3MOB SIBJISIIOTCS TPHOGPETEHHBIMH B TOM
CMBICJIE, UTO Cpelia Pa3BUTHUsI ChITpaJsa OMpeieieHHYI0 POJib B HX TIPOUCKOXKIEHHH.
C npyroii CTOPOHBI, BCe TIPU3HAKU B KAKOK-TO CTeTeHH HaC/IeCTBEHHBI, TIOCKOJIb-
Ky OTpaxKaloT oTpejiesieHHble TIOTeHIIHaIbHbIE BO3MOXKHOCTH (hopMoobpa3oBaHus,
nepetieaiine ot npeakos (Waddington, 1975).

HacinenoBanue npro6peTeHHDLIX TPU3HAKOB B BUJIE TeHETHYECKOH aCCHMMJIS -
MK MOp030B He MOXKeT GBITh OTIPOBEPIHYTO KlacCHUeCKUMH omnbitaMu A. Befic-
MaHa, MOCKOJIbKY He MPOTHBOPEUHT HM: HEHACJ/EIyeMOCTb yBEUMH JOKA3bIBaeT
JIUILb, YTO He JIIoO0e MpHoGpeTeHHOe H3MeHeHHe (peHOTHIIAa MOXKeT OBbITh yHaCJ/Ie-
nosaHo. Kak sicho BuaHo u3 pa6ot K. X. Yonnuurrona, noa neiictBuem otr6opa Ha-
cllellyeTcsi peakiysl OHTOreHe3a Ha HeCTaHIAPTHbIE YCJOBUSI Pa3BUTHsI, HO HUKAK
He yBeube, HaHeCeHHOe B3POCJIOi 0COOH, HHIUBHIyalbHOE Pa3BUTHE KOTOPOH 3a-
KOHYEHO.

[eHeTHUeCKAsT ACCUMUJISILIST MOP(O30B JIUIIb OTYACTH COBIMAIAET C HACJENO-
BaHHeM MpHoGpeTeHHbIX cBOHCTB B nonnManuu JK. b. Jlamapka, mockosbKy Mop-
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(o3 He HacJlelyeTCsT aBTOMATHUECKH — JIJIsI €T0 Mepexojia B Hac/leyeMoe COCTos-
HHe He0OGXOMMO MOBTOPEHHE CPEIOBOr0 BO3NEHCTBHUSI B TeUeHHEe HEKOTOPOTO YHC-
Jia TIOKOJIEHHH MPH YCJIOBHH, YTO MOP(O3 IKOJOTHUECKH ajleKBaTeH, TO eCTh XOT
6bl He yMeHbIIIaeT BePOSITHOCTb BLIXKMBAHHUsT 0cobeli-HocuTesel. MHaue, Mopdo3
HHIYLHUPYeTCsl CPeloi, HO /sl ero acCHUMUJISIUK HY:KeH eCTeCTBEHHBIH oT6op,
a JJ1sT BOBHUKHOBEHHsT 9BOJIIOIIHOHHOTO HOBILIECTBA HEOGXOIUMO JieiicTBHE 0TGOpa
B yYCJIOBHSIX TTOBTOPSIIONIErOCs IeHCTBHs BHellHero dakropa. [TosToMy U3 Beex rH-
nore3 Jlamapka snureHeTnyecKasi Teopust (paKTHUECKH MPUHUMAET JBa TOJIOXKe-
HUSI: IEPBUYHOCTD CPEIOBLIX H3MeHEeHHH H BO3MOKHOCTb Hac/e[IoBaHus! pHobpe-
TEHHBIX CBOHCTB, IPHYEM TOC/Ie[HEe — B 3HAUUTEJLHO H3MEHEHHOM BHIIE.

Bmecre ¢ TeM, HeJsib3sl He YIOMSIHYTh 00 afanTHBHBIX MOpP¢h0o3ax, B TOUHOCTH
MOBTOPSTIOLIMX JlaMapKOBCKOe MpelcTaB/eHne O SBOJIOLUH. AlanTHBHBIE MOpPGO-
3bl BO3HUKAIOT Y CBOGOJHO YKUBYLIMX JTHIHHOK, pa3BUBAIOIIMXCS HA (DOHe NeHCTBY-
IOIIET0 CPeoBOro (hakTopa, KOTOPLIH HeoObYeH caM Mo ce6e, HO BXOIHUT B KJjacc
BO3JIEHCTBHI, K KOTOPOMY JIMUMHKH aIarTHPOBAHBI MPE/IIECTBYIONIEH IBOJIOIHEN.
Hanpumep, npynoBuk Limnaea stagnalis iMeeT yIJMHEHHYIO PAKOBUHY, €CJIH XKHU-
BeT B [NIy6OKHX 03epax, U MOUTH KPYTJIyIo, ecyii 0OUTaeT Ha MeJIKOBobe. [ lepBuu-
HBI MeXaHH3M OHTOTeHEeTHYeCKOTO (hOPMHUPOBAHHSI CIKATOH DPAKOBHHBI OYeHb
MPOCT: MEJIKOBOJIHbIE 0COOU MOCTOSTHHO TIOIBEPratoTest NIEHCTBUIO BOJH U TTIOITOMY
BBIHY?KJIEHBI YIePKUBATh MBILIIBI TYJOBHIIA B CXKATOM COCTOSIHUH, YBEJHYHBasI
JIaBJeHHe Ha CTEHKY pacTylllel paKOBHHBI, KOTOpAasi MO IeHCTBHEM 3TOTO JaBJe-
Hust pro6peTaeT HoJiee WapoBuaHyto hopmy. OT60p Ha MHHUMYM yCHJIHH, 3aTpa-
YHBaeMbIX Ha MPOTSKeHNH KU3HEHHOTO IMKJIA, IPUBEJT K HaC/IeICTBEHHOH (hHKca-
LMK KPYIJIOH paKkoBUHBI: ee (hopMa He M3MEHsIeTCs, eCJIM TPYIOBUK BbIpacTaeT
B akBapuyMe co crokoiiHol Bojol (Waddington, 1975). Ouenb noxoxuii npumep
alanTHBHBIX MOP(O30B TIPEACTABJSIOT TOPHBIE TIOMYJISILIHH PABHUHHBIX TTOJEBOK:
oco6u, o6HTaIOlLIMe B YCJIOBUSIX TTOHMKEHHOTO CONEpKaHHsI KUCJAOPOJA, HMEIOT
cepaue GoJgbliero otHocutesbHoro pasmepa (ILlBapu, 1980). Tperuii npumep:
NpeCcHOBOIHbIe HH(Y30pUH, MTepeHeCeHHbIe B COJIEHYIO BOY, OBICTPO CTAHOBSTCS
MeHbIIe Pa3MepoM, B TOYHOM TTOJ0OUH C MOPCKHMHU (hOpMaMu: yBeJHUeHHe OTHO-
CHUTEJILHOU MOBEPXHOCTH CBSI3aHO C BbIpABHUBAHHEM OCMOTHUECKHX [IaBJIeHHH BHY-
Tpu u BHe Tesa (Gause, 1947; Tayse, 1984). Hakonel, kapJuKOBOCTb B TOPHBIX
TOMyJISIIUSIX TacTylibel cyMku Capsella bursa-pastoris, HeCOMHEHHO BO3HHKIIIAS
Kak Mopos, cefuac CylIecTByeT B HACJ/eICTBEHHO 3aKperNJeHHOM COCTOSTHHH
(LImanbraysen, 1982). JlonosHuTte bHble TIPUMEPLI MOXKHO HAWTH B IIUTHPOBAH-
Hott kuure M. V. llImanbraysena.

[IpuBeneHHbIe TaHHBIE TO3BOJISIIOT TIPEAMTONOKHUTD, YTO FPAHHIA MEXKIY MOJI-
HOCTbIO aJaNTUBHBIMH (KaK paHbllie TOBOPUJIH, «OAae0onpuobpemerHbvimu> )
1 HeHTpaJIbHBIMH MOP(O3aMH B IEHCTBUTENBHOCTH He CYIIECTBYET: 3TH JIBe KaTe-
TOpPUH SIBJISTIOTCST TIPEeNIbHBIMU  CJydasiMi, MeXIy KOTOPBIMH pacrioJiaraercst
CTIEeKTp MPU3HAKOB PA3/INYHON CTeNeH! ananTUBHOCTH. CpeloBble U3MEHEHHUSs! Bbl-
3bIBAIOT OTBETHBIE OHTOT'€HETHUECKHE PeaKIIHH, TOPOKIAIOIe HOBbIE TPU3HAKH.
Vcnonb3oBanue 3THX TPU3HAKOB NMPH (PYHKIMOHUPOBAHUH OPraHH3Ma BbI3bIBAET
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KOMIIeHCAaTOpHbIe peaKLHH APYruX OpraHoB, BKJAtOYast U3MeHeHHe noBefeHus. Ha-
NpUMep, MJIEKOIMUTAIOLME C BPOXKIEHHBIM HEIOPA3BUTHEM TepeHUX KOHEeYHOC-
Tel CrocoOHbl HAyYUThCS XOAUTh Ha 3aHUX HOTaX; MPH 3TOM MOP(OIOrus KoHey-
HOCTeH, Taza M OCEBOTO CKeJeTa OKa3blBAaeTCsl CYyLLECTBEHHO H3MEHEHHOH
(Maynard Smith, 1958; IlImanbraysen, 1982). Komnencauusi HelTpasusyer
(hYHKLHOHAJIbHbIE HEIOCTATKK HOBOTO MPU3HAKA H laxKe MOXKET C/les1aTh €ro B Ka-
KOW-TO CTereHH ajlanTuBHbIM. Torya ganbHeHni cTabuau3upyoiui oTéop npu-
BOJIUT K HACJIEICTBEHHOMY 3aKperJIeHHI0 HOBOTO MPU3HAKa BMeCTe CO BCEM KOM-
MEeHCHPYIOLLMM KOMIIJIEKCOM YEpT, BKJIIOUasi HOBbIH MOBEIEHUECKUH perepTyap.
MHbIMU cjloBaMH, B 00LLEM C/lydyae KoJOrHyeckasi aleKBaTHOCTb Npeodpasyo-
11lerocst opraHuama o6ecreynBaeTest He CTOJNbKO CaMUM 3MOPHOHAIBHBIM MOPdO-
30M, CKOJIbKO MOP(O-(YyHKIHOHANLHBIMH H3MEHEHUSIMH, COMPOBOXKIAIOLIUMH
(hYHKLIHOHHPOBaHHEe opraHu3Ma B HOBOH cpesie. OueHb MOXKET ObITh, YTO yCKOpe-
HHE IBOJIIOLIMK M0 Mepe YCI0KHEHUSI OPraHU3MOB CBSI3aHO C IPOrPECCUBHBIM pa3-
BUTHEM HEPBHOH A€SATEJbHOCTH: YeM OHA CJIOXKHEE, TEM Jierye OpraHu3Mbl HaXosT
(hyHKLHOHAJbHOE MPUMeHeHHe Mopdo3aM, BOZHUKAIOUIUM MPH CMEHe YCJIOBHH,
TeM MeHbllle BePOSITHOCTb X BbIMUPaHHUs M GoJibllie 1IAaHCOB Ha 06pa3oBaHKe HO-
Boro takcoHa. I'lpu 3ToM camMu Mopo3bl SIBISIOTCS He aaNTHBHBIMH, a CKopee
npomo-adanmusgroinu (Gans, 1974) v aBasitoTcst NepBol CTajuel Ha MyTH CTa-
HOBJIEHHS1 HOBOTO (peHOTHNA, 9BALANITUPOBAHHOTO MO OTHOLLIEHHIO K HOBOH 9K0JIO-
rudyeckoi Huule. B utore, B oT/inuMe OT HeolapBUHU3MA, STTUTEHETHYECKAs TEOPHSI
npeacTaBJsieT BOJIOLHMIO KaK B 3HAUUTEJIbHON Mepe 1iesiecoo0pa3Hoe H3MEHeHHe.
[TosTomy smureHeTHyecKas TeopHsi, BO3MOXKHO, 3ac/y:KUBaeT Ha3BaHue Jlamap-
Ko-IlapBuHu3M, npemoxkeHHoe P Mauynoit st CXOIHOH CHCTeMbl B3IVISIOB
(Matsuda, 1987). Takoe HazBaHHe 03HAUYAJI0 Obl, UTO B XOJI€ IBOJIIOIMH XKHUBbIE CY-
111eCTBA TIPUHUMAIOT Ty WJIH HHYIO (DOPMY MO/l OIHOBPEMEHHbBIM BJIMSIHHEM BHELLI-
HUX U BHYTPEHHHX MPHYKH, TECHO B3aUMOJEHCTBYIOLIUX MEXKIY COOOH.

7. 3. KOPOTKO 0 JIBICEHKO

JlamapkoBcKasi KOHUEMNUsT HAC/TeI0BAHUs TIPUOOPETEHHBIX CBOHCTB He Ha-
171 NpuMeHeHHs B 3BoJiolnK. Ha 3anazie mosHOCTBIO IOMHHUPYET CHHTETHYEeC-
Kasi TeOpHsl, OCHOBAaHHAsl Ha MPHHLMIIE 3apo/biieBol Mia3Mel A. Beiicmana u no-
stromy HecoBMecTuMmas ¢ Jlamapkuamom. B CCCP nacsieioBanue npuo6peTeHHbIX
TMPU3HAKOB TaKXKe He CTaJI0 YaCTbIO TEOPETHUECKHUX BO33PEHHUH, XOTSI B CHIy HHBIX
06CTOSITE/ILCTB: 3Ty KOHIEMIINIO 3aHMCTBOBAJ M3 pabOT OTeyeCTBEHHBIX aBTOPOB
v mrpoko skeryatuposad T. J1. JIbicenko.

HesitenbHOCTB JIbICEHKO He HMeeT OTHOILIEHHSI K HayKe U, B YaCTHOCTH, K Ha-
npasJsienuto, unyuiemy ot JK. b. Jlamapka. Hecmotpst Ha Bcio BiacTb, KoTopoi
pacrioJiaras JIpiceHKo, 60JiblIast 4acTh ero MmyGJnKaLHil oMelleHa B ra3etax; ux
YTBEP2KIEHHUST CIUIIKOM MPUMHTHBHBI, 4TOObI cunTathest JlamapkoBekumu (Cofi-
tdep, 1993). Mexy TeM, Ha 3anaje ero HMeHyloT «akajeMuK JIbicenko» (Rife,
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1965); «pycckuit 6uogor JIbicenko» (Stebbins, 1966) u «pycckuii 6oTanuk J1bi-
ceHko» (Maynard Smith, 1958). 1 HecripocTa: 3apy6exkHble GHOJIOTH MaJlo 3HA-
KOMBI C Halllell uCTopHel U MpUIHHAMH BaJieta JIbicenko. [Tostomy Ha 3anajze ua-
CTO OpHUEHTHUPYIOTCS Ha OIMyGJHKOBAHHbIE CTATbH JIBICEHKO M KPHUTHKYIOT HX
C HayuHBIX TIO3MIME. MeKIy TeM, OTHesbHbIEe Te3UChl B MyGaHKalusX JIbiceHKo
sIBHO KoHBeprupytoT ¢ pabotamu [. @. [ayze, K. V. [lImanbraysena u K. X. Yonu-
JMHTTOHA. HampuMep, «BHeUIHHEe YCJIOBHSI, OYIyUH ... aCCHMUJIUPOBAHbI XKUBBIM
TeJIOM, CTAHOBSATCS y»Ke He BHEUIHWMM, a BHyTpeHHUMH» (JIbiceHko, 1958).
A oIMH 13 IJIaBHBIX JIO3YHT OB JILICEHKOMCTOB, KHAayKa — Bpar cJydaliHOCTeH», —
KpaliHe HallOMHHAET BbICKa3biBaHHe «Bor He Wrpaet B KoCTH», MpHHAJIeXalIlee
A. DiHureriny. [leMarordst — MpPOTHBOIOJOKHOCTD JIOTHKH: OHA COCTOHT B BbI-
BeJIeHUH JIOJKHBIX CJIEICTBHI U3 CIIPaBEUIMBbIX BHICKA3bIBAHUH.

Hamnpotus, otedecTBeHHBIM GHOJIOTAM XOPOILIO H3BECTEH XapaKTep AesiTeb-
Hoctu JIbicenko (cm. Bepr, 1983; Coiidep, 1989; Ulmansrayzen, 1990; Jlio6u-
e, 1991; ITonosekuit, 1991; IInons, 1997). Pe3kasi cnpaBenyinBasi antunartust
K €ro JIMYHOCTH OTparkaeT MPHUKHY, B CHJIy KOTOPOH HacjeloBaHHe MPUOOpeTeH-
HBIX TPU3HAKOB, OyIyyd (TOMUMO JIbICEHKO! ) SMITUPHUECKU MOATBEPKIEHHBIM 5IB-
JIeHHeM, TOJTYYHII0 CHIIbHEHIITYI0 aHTHPEKIaMy B IJIa3ax 0TeueCTBEHHOTO HayYHOTo
co06111eCTBAa — W IO HAIIU JIHU HEe3acJy»KEeHHO OCTaeTcst IypHOH MaMsiTH CHMBO-
JIOM MapaHayKH.

7.4. HOMOrEHE3

KoHuenuus HoMoreHesa OTBeYaeT THIHYHO BOCTOYHOMY XOJHCTHYECKOMY
B3IVIsLy HA IPUPOLLY CYLLECTB, 3aJ10;KEHHOMY B OT€YECTBEHHOH GHOJIOTHH paboTaMu
Kapaa bapa (ba6kos, 2000). Konuieniyst HomoreHe3a I0BoJIbHO aKTHBHO 06CYk/1a -
Jlach Ha MPOTSKEHUH Hatlero crosietusi. ABtop KoHuenuuu JI. C. Bepr (1922) on-
pelesisiJl HOMOreHe3 Kak 3BOJIIOLMIO Ha OCHOBE 3aKOHOMEPHOCTEH, B MPOTHBOIO-
JIO?2KHOCTb HEOJAPBHHU3MY — 3BOJIIOLIMM HA OCHOBE CJIy4yalHOH H3MEHYHBOCTH.

Muenusi o pa6ore Bepra nonsipusl. Onnu cunraior « HomoreHnes...» jydined
U3 KOrJa-JIMb0 HalMCaHHbIX aHTH-ceJieKIIMoHHCeTeKuX KHUr (Adams, 1980). Jpy-
rHe MoJIaraioT, 4To Hiesi HoMoreHe3a «uiaocodcku GecrioMmorHa» (MerHHKOB,
1982), a ee cTOPOHHUKHU JiayKe «He YMEIOT MbICJAUTh 6uoJiorudecku» ( CKBOPILIOB,
1988). Tak wiu uHaue, HO MoJioxKeHus1, BbickazanHble JI. C. Beprom, ocraBssior
MaJlo PaBHOMIYLIHBIX H, HECMOTPSI Ha CHJIbHYIO OMIMO3HLHMIO, MOJb3YIOTCS CHIILHOK
nopnepxkkoit (Meiten, 1974; Jlio6ues, 1982): nomorene3 na Boctoke kuByu
He MeHee YeM MyTallHOHH3M Ha 3anaje.

CToHKOCTb KOHLEMUUH, TIPOBEPEHHYI0 HCTOPHEH, HeJb3sl OOBSICHUTD HHAUE,
yeM cojiepKalleiicsi B Hell jloJielt uctunbl (Jlio6uiies, 1982). Bmecrte ¢ tem, nieu
J1. C. Bepra ezBa s 06'beIHHEHBI B LIEJILHYIO TEOPHIO: (PaKTHUECKHU, OHH MPEJICTaB-
JsII0T co60oi HaGop o6ocobuieHHbIX runores. Hanpumep, npeanoso:kenie o Tom,
4TO 3BOJIOLMS HJIET «CKauKaMH, napokcuamamu, myrauuonto» (bepr, 1922) no-
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najaeT B KPyr cajbTallMOHHBIX THIIOTE3, 06CY:KAABLIMXCS raBe 1, W He CBf3aHO
C IpyruMH moJioxKeHusiMH «Homorenesa...» Ha Mmoil Barisin, Ha Bcell KHHre
JI. C. Bepra nexKUT HEKOTOPBII OTNEYaTOK He3aBePLIEHHOCTH: paboTa He JloBejle-
Ha 10 KOHLA, He MpeaaraeT Kakoi-Jau6o Mo3UTHBHOH MPOrpaMMbl HCCJ/Ie10BAHUH
¥ He JlaeT HOBOIO MOHMMAaHHs NPUYHHHOCTH WJM XOTsl Obl MOCJEI0BATEJbHOCTH
9BOJIIOLMOHHBIX COOBITHH. DTO BIOJIHE MOHSITHO: BCIOMHHMM, YTO KHUra CO3/1aBa-
Jach Ha py6exxe 1920-X ronos, B 06CTaHOBKE Pe3KUX 0O1LECTBEHHBIX H3MEHEHHUH.
[TocelieHne 3T0ro MUpa «B €ro MHHYThl POKOBbIE » BCET/Ia CBSI3aHO ¢ BO3HUKHOBE-
HHEM Y JIIoJIel OCTPOro YyBCTBA BPEMEHHOCTH M HEOJATOBEYHOCTH CBOETrO TPUCYT-
CTBHS, TOITOMY, C MOEH TOUKH 3peHMs], COBEPILEHHO eCTeCTBEHHO, YTo aBTop «Ho-
MOreHe3a...» TOPOIHUJICS.

U Bce ke mbicau JI. C. Bepra npojosmkaioT 3Bydyats coBpeMenHo. Llentpasib-
Hasl runote3a «HomoreHesa...» npearnosaraet, 4To Kaxnasi NornyJsiims pacrosa-
raeT orpaHUyeHHbIM YHCJIOM BapHalMi, HIYLIMX 110 ONpeleseHHbIM HarnpaBJjeHH-
sM. [ToaToMy 3BOJIIOLMSI TPOUCXOAUT HA OCHOBE H3MEHEHHH, 3aXBaTbIBAIOLLHUX
OJIHOBPEMEHHO Macchl ocobel, a He yHUKabHbIX HHAMBUIOB (bepr, 1922). C rtou-
KM 3PEHHS] SMUI€HETHYECKOH TEOPHH SBOJIIOLMHU /110 OOCTOUT HMEHHO TakK: MOf
JIeHCTBUEM OJIHOTO BHEILIHEr0 H3MEHEHHs] MHOTHE 0COOH 3BOJIIOMPYIOLLEH MOMyJIsi-
MU U3 TTOKOJIEHHUS B TOKOJIEHHE MOJIY4aloT OJIH U TOT ke Mopo3. Bosee Toro, oH-
TOreHe3 MOXKET OJMHAKOBO pearupoBaTh HA pas/HyHble BHELIHHE BO3JEHCTBUS
(Beloussov, 1993; Goodwin, 1993). [Tocsiennee o6CTOSITENLCTBO ayKe BbI3BAJIO
NpeanoJoKeHue, YTo HanboJsiee SKOHOMHbIM TAKCOHOMHUYECKHM MpeicTaBleHHEM
pasHooOpasusi opraHu3mMoB Oblia Obl MepHOJHYECKasl CHCTeMa, OCHOBAHHAasl
Ha MopdoreHeTnueckux 3akoHoMepHocTsx (Goodwin, 1997). Koneuno, nopo6uas
cuctema B oblleM cJjyyae OyleT sBJASTbCS KaaccHdUKalMed He OpraHu3MoB,
a Mopo3oB. OiHaKO MOPgO3bl NPECTaBISIOT COOOH MepBbIH 1LaT, BJAUSIOLMI Ha
JadibHelillee HanpaBJyieHHe 3BoJtoLMH. [103TOMY 3aKOHOMEPHbIH Xapakrep GpopMHu-
poBaHUs MOP(O30B OTUACTH ONpeJesisieT 3aKOHOMEPHOCTH BCEr0 BOJIIOLIHOHHOTO
npouecca.

JleficTBUTENBHO, B IPUPOIHBIX MOMYJISALMSIX MOP(O3bl BO3HUKAIOT He MO OU-
HOYKe, a Cpa3y y 3HauMuTebHbIX rpynn ocobeil. Hanpumep, P. Toapmumuar onucs-
BaeT OJJHOBpPeMeHHOE MosiBIeHHe GOJBILIOro YU Mbllel -aab0MHOCOB B baBapuu
(Goldschmidt, 1940). [Ipyroii npumep cBsi3aH ¢ pa3BUTHEM JIOMIOJHUTEJIbHBIX KO-
HEeYHOCTeH y JIAryLlIeK, B OMyJsILHUsX KOTOPbIX OoJiee 30% ocobeli MHOTIA 06J1a/1a-
0T UeTbIpbMsi 3aHUMH HoramHu (Botitkeuu, 1965; Van-Valen, 1974). B onxux
cJlydyasix LeCTMHOTOCTh 3aKperJieHa HacJeCTBEHHO M axe MOKeT ObiTb JAOMM-
HAHTHBIM [TPU3HAKOM, B JIPyTHX — BbI3bIBAETCS ClIELU(UIECKUM BHEILIHUM HHIyK-
TopoM. [1pu 3TOM y yacTH ocoGeli I0MOMHUTEIbHbIE KOHEUHOCTH (PyHKIHOHAJBHDI.
KoneuHo, TpyaHO NpeacTaBUTh 5KOJOIMHUECKYIO CUTYaLHI0, B KOTOPOH IaHHbBIH KOH-
KpeTHbIl Mopho3 OyaeT 06ecreunBaTh CeJeKTHBHOE TPEUMYLLECTBO: 1Sl IOKOMO-
MU JISITYLLIKAM BIIOJIHE JI0CTATOUHO JBYX 3afHUX HOT. ONHAKO MpH HAJMUUK He3a-
MOJIHEHHOMN HULLM MOP]O3 MO2KeT HalTH TpuMeHeHne. Hanpumep, oco6b TpynuaJga
Sturnella neglecta, o6nanasluasi HeHOPMaJbHO YIIMHEHHBIM KJIOBOM, Obliia J10-
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6bITa B HETUTTHYHOM [IJIsT TPYTIHAJIOB MECTOOOHTAHHH C PBIXJIOH TTOUBOH, Il MTHLIA
JoGbIBaJIa THIILY HeOOBIYHBIM JJIst TPYMHAJIOB CIIOCO60M, 30HIUPYsI IPYHT B IOMCKAX
6eCro3BOHOUHBIX. [1pH 3TOM 0c06b Gbl1a HOPMAJILHO YIIUTAHA — CJIeI0BATENbHO,
MOp(03, KOMIEHCHPOBAHHBIH M3MEeHEHHLIM TMOBeJeHHEM, OKAa3aJscsl JOCTaTOuHO
stdexTuBHbIM Npucniocobaennem (Carothers, Balda, 1970; Kokuatickuii, 1980).
[To Tounomy Beipaxkenuto H. B. Kokiuatickoro, ciyya#i ¢ Tpynuasom — JiMiib Ka-
pHuKatypa Ha 3BoJolHio. OIHAKO 3Ta KapHKaTypa HarJIsiHO MOKa3bIBAEeT, UTO MOp-
(ho3bl He Ge3HANEXKHBI C TOUKM 3peHust anantaiuu. Kpome Toro, o6o# ¢akr, 6y1ib
TO pe3yJibTaT HaGJIIOeHUsT WM SKCIIepUMEHTa, OTpaKaeT JUIIb OT/eJbHbIe YePThI
M3y4aeMoro siBJIE€HUsT U TOITOMY SIBJISIETCSl KIMEHHO KapHKaTypol Ha Hale abCT-
paKTHOe MpeJICTaBIeHHe 00 ITOM SIBJIEHHH.

Hecmotpst Ha TO, 4TO MOpO3BI TOC/E BO3HUKHOBEHHST TPaHCHOPMUPYIOTCS
0T6OPOM, OHH YaCTO OCTABJISIIOT CBOH cJiell B (DeHOTUIIAX TOTOMKOB. [1osToMy 3aKo-
HOMEPHOCTb MOP(OJIOTHYECKOH 3BOJIIOLINH, OTpefiesisieMasi OrpaHHYeHHbIM ClEKT-
poM MopchoreHeTHIECKHX BO3MOYKHOCTEH OpraHu3Ma, OTUETIIHBO HILTIOCTPUPYETCS
MPABUJIOM Mepanmoioeuieckoe0 NapaLieAU3Ma: HeHOPMabHble TPU3HAKH OJTHHX
BUJIOB sIBJIsIIOTCSl HOpMO# it apyrux (Bepr, 1922; Yersepukos, 1926; Kpenke,
1927, 1935, 1937; Kirpichnikov, 1947; Metien, 1978; Matsuda, 1987). MHoro no-
JIO6HBIX catydaeB npuBoauT BaH Crunuc (Steenis, 1969) s pactenuit. MaBecTHbI 1
IKCIIepUMEHTAJILHO BbI3BaHHBIE NTPHUMepLI: 00paboTKa KyKOJIOK 2KyKoB Philonthus
decorus (Staphylinidae) cuHTeTHYECKUM aHAJIOTOM I0BEHUJIBHOTO TOPMOHA TIPUBO-
JIUT K 3ajlepsKKe Pa3BUTHs F€HUTANBHOTO ammapaTa U popMHpOBaHHI0 MOP(O30B,
COOTBETCTBYIOLIMX G0Jiee paHHUM CTaIUsIM MopdoreHesa. T MOphO3bl HECYT MPH-
3HAKH, XapakrepHble Jyisi 6su3Koro Buna, P. quisquiliarius (Tuxomupona, 1991).
OpuruHasbHeHIINe U, K BeJIMYalIlIeMy COXKAJIEHHIO, HUKEM He MPOJoJKeHHbIe HC-
cnenoBanust A. JI. THXoMHPOBO# MOKA3LIBAIOT, UTO H3MEHEHHE TTPOIOIKUTENbHOCTH
KYKOJIOUHOT'O OHTOTeHe3a (COOTBETCTBEHHO, OTPOXKIEHHE «OMOJIOXKEHHBIX» HJIH
«COCTapeHHBIX» UMAro) sIBJISIeTCs JOBOJIBLHO OOBIMHLIM CIIOCOG0M IBOJIIOLIMH Hace-
KOMBIX C [OJIHbIM NPEeBPalLleHHeM U MOXKET MPUBOAUThL K MTOBTOPHOMY (pOPMHPOBA-
HHUIO MPEJKOBBIX MPU3HAKOB, KOTOPbIE B NaJbHEHIIEM CIYKAT UCXOMHBIM MyHKTOM
JUIsl SBOJIIOLIMK B HOBOM HarnpasJsenuu (Tuxomuposa, 1991).

HomoreHeTtnueckasi KOMIOHEHTa SMUTEHETHUECKOH TEOPUHM CHHMAET YacTb
npo6JieM, TPYIHBIX /5T CHHTeTHUeCKOH TeopuH. Tak, IJist STIUreHETHYECKOH TeOpUH
He TPEICTaBJsIeT CJIOXKHOCTH 0ObsICHEHHe MOBTOPHOTO BHAooGpa3oBanus. [lo-
CKOJIbKY OJIMHaKOBbIe MOP(h03bl (POPMHUPYIOTCS B CXOIHBIX YCJIOBHSIX, TO €CTECTBEH-
HO OJKHJIATh, UTO OJIHA U Ta 2Ke (hopMa He3aBHCHMO BO3HHKAET B PA3HBIX MECTaX U
B pasHoe BpeMsl B OTBET Ha OHOTHITHOE BHellIHee BO3IEHCTBHE, KakK, HANpUMep,
BO3HHKAET Merast OKpacka y MJIEKOTUTAIOMINX CAMBIX PA3JIMUHBIX OTPSIIOB B OTBET
Ha onomainnuBanue (Tpyt, 2000).

3aTeM, TIPUHATO CUUTATD, UYTO CHHTETHYECKAsi TEOPHsI MPEOJoJeBaeT «KOLI-
Map J>KeHKHHa» C MOMOIILIO MPEICTABIEHUs] O KOPIYCKYJISIPHOH HacJ/1eICTBEHHO-
CTH: HOBasl TeHeTHYeCKasi H3BMEHUNBOCTb He YCPeHsIeTCsl CO CTapoi, a npeObiBaeT
B MOMYJISILHH B CKPBITOM pelleCCUBHOM cocTosHUH. OIHAKO B COOTBETCTBUH C T€O-
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puell (peHOTUTIHYECKOE TPOsIBJIEHHE KaXKIIOTO MeHHOr0 U3MEHEHHUs 3aBUCHT OT Te-
HOTHIA, KOTOPbIH (hopMHUpyeTCcsl peKOMOMHALIMENH — TOJHOCTbIO CTOXaCTHUECKUM
npoueccoM. JTo 03HAYAET, YTO MOsIBJEHHE MeHOTHIA, J0MycKatollero peHoTunu-
yecKoe MposiBJeHHe HOBOrO ajulesisi — YMCTO cyyariHoe cobbiThe. CreloBaTelb-
HO, YTOObI HOBBIH (DEHOTUITHYECKUH TPU3HAK ObLI MepesiaH MOTOMCTBY, HeOGXO/IH -
MO, UTOObl Ha OHOH HEOOJbIIOH TEPPUTOPUH OIHOBPEMEHHO MOSIBUJIMCL JBA
CXOJIHBIX PA3HOTOJIbIX TeHOTHIIA — CcOObITHE He GoJiee BEposITHOE, YeM OJHOBpe-
MeHHOE MOosiBJeHHE JIByX OIMHAKOBLIX oHOoK perviikauud JTHK. O6biuno cro-
POHHHUKHM CHHTETHYECKOH T€OPHH TOBOPSIT, YTO BEPOSITHOCTb MOBTOPA CJyyaHHbIX
COOBITHH JIOCTATOYHO BeJIMKA B OYeHb OOJbIIMX Moy suusax. OAHaKo 370 0Obsic-
HeHHE eJIBa JIM MOXKHO MPUHSATH: YeM GoJibllle YUCAEHHOCTb, TEM MeHblle BeposIT-
HOCTb BCTPEYH CaMKH U camua, 00J1alaloliuX CXOHbIMH reHoTHNIamMu. [TosTomy re-
HOCOUeTaHue, JIOMyCKalollee CEeJIEKTUBHO BbITOJHOE TMPOsIBJEHHE CKPbITOH
pelLecCUBHON MyTalH, GyaeT pa3pyLleHo B TEPBOM e TOKOJEeHHH MOTOMCTBA: HO-
Bble a/laliTUBHbIE MPU3HAKH JI0JIXKHBI HCUe3aTb, €/1Ba NOosIBUBLIKCH. B urore, «kouu-
Map JKeHKHHa» ocTaeTcsl Hepa3pelleHHOH Npo6JeMOi /ISl CHHTETHYECKOH Teo-
pun sBosiouuu (Kpacusnos, 1984), Ho He s 3MMreHeTUYECKOH: BcTpeua
pa3HoMNoJIbIX 0cobel, 06Ja1aloIIHUX OAHUM MOP(O30M, He SIBJASETCS MaJoBeposIT-
HbIM COOBITHEM, TTOCKOJIbKY MOP(03 (OpMHPYeTCs He CJIy4aliHO H TI03TOMY OJHO-
BpPEMEHHO MPUCYTCTBYET Y MHOTHX 0COG€eH MOMyJIsILHH.

7.5. COEPA KOMNETEHLIUM 3NMUTEHETUYECKON TEOPUHU

BoamoxHocTH J060# Teopu He Ge3rpaHUUYHBI: TEOPHUsT BCETNA JAET aleK-
BaTHble 0ObSICHEHHUSI U TIPeACKA3aHUsl TOJbKO B NpejiesiaX OrpaHHYeHHOTo Kpyra
Ha6monaeMblX siBjeHui. [Tostomy n/isi 5¢h¢heKTHBHOTO HUCMOIBb30BAHUSI TEOPUH
He0OGX0UMO OUEPTUTD Tpefiesibl ee KomreTeHInH. OrpaHnyeHHOCTb TEOPHHU CO-
BepIIEHHO eCTeCTBEeHHA W He sIBJsieTcsl HefocTaTkoM. HanpoTus, cyiiectBoBa-
HHe U3BECTHOTO MpeJiesia CJYKHUT rapaHTHel OT JIOXKHBIX 3ak/ouenuid. Hanpu-
Mep, HeoNapBHHU3M He 006JafaeT TUM MOJe3HbIM KauecTBOM: paccMaTpuBasi
MCKJIIOUUTENBHO IUHAMUKY TTOMYJISILIUOHHbIX TeHO(OHIOB, CHHTETHIECKAS TEOPHUSsI
JlaeT MpeicKas3aHusl 0 3aKOHOMEPHOCTSIX MaKpPO3IBOJIOIUMKM — U 3TH IpeJcKasa-
HUsT 0KA3bIBAIOTCS JIOXKHBIMU. HealeKBaTHOCTD JIOTHUECKHX BHIBOIOB — XYALIHH
U3BsH, KOTOPBIM MOXKET 06J/1a/laTh HayyHasi TeOpusi, U Hau6oJiee Beckasi IpUIHHA
IUIsl 0TKAa3a OT Tako# Teopuu. PakTuuecKku, HeONapPBUHU3M He CJIeLyeT pacripocT-
paHsITh Ha BCIO 9BOJIOLHIO, OTPAHUYUB chepy ero AeicTBUsI OGUOJIOTHE MOMyJIsi-
LWH WK TOJBKO 3BOJIIOLIHEN OpraHu3MoB 6e3 OHTOTeHe3a, HalpUMep, MPOKapH-
ot (CeBepuoB u ap., 1993). MoxeT 6biTh, B TAKOM CJIydae 3TOT MOJXOJ[ COXPAHUT
KOPPEKTHOCTb.

dnureHeTHUECKast TEOPHsI MOSIBUJIACH HA CBeT HellaBHO. [1losTomy cTporoe or-
penesieHue ee cepbl IeHCTBHST — MpeaMeT GYIyIINX HCCIeN0BAHHE, BO3MOXKHBIH
pesyJsibTat feTajbHON pa3paboTku ee mosioxkeHu#. Celidac MOKHO OTMETHTD, UTO
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STUreHeTHYECKAsT TEOPHsT PACCMaTPUBAET IBOJIOIMIO KaK Mpeobpa3oBaHKe OHTO-
reHe3a IoJ, KOHTPOJIEM SKOCHCTEMBI, B KOTOPOH o6uTaeT momyJsitust. st smvre-
HeTHYeCKOH TeOpUH 3KOCHCTeMa, OMpeleJsiiollast Xapakrep oT6opa, SIBJseTCs
BHEIIHAM (DaKTOPOM, KOTOPBII He CBsi3aH ¢ MOCTyJaTaMu TeopuH. Tak, o ecTect-
BEHHOM OTGOpe TeopHusi COOOIIAET JHUIIb, YTO OH GYIeT CTPEMHUTbCSI IPHBECTH HC-
XOIHBIH MOP(03 K OHOMY U3 BO3MOXKHBIX MHHUMAJILHO SHEPTOEMKHX COCTOSTHHIL.
CKOJIbKO TaKHX MOTEHIHUAJBHBIX COCTOSTHUE HMeeT KaxKIbli MOp(o3, B KAKOM Ha-
TNpaBJIeHHH U JI0 KaKOH cTereHH OyaeT WATH Mopdo-(pyHKIMOHAIbLHAST TepecTpoi-
Ka — 3MHUreHeTHYECKAsl TEOPHUsT He COOOIIIaeT.

B cuny oTmedeHHOro 06CTOSITENLCTBA SMHUreHETHUYECKAs] TEOPHs HUUYETO
He TOBOPHUT O CKOPOCTH M MaciiTabax BO3HUKAIOLIMX PA3JIHUUH, T. €. O paHre HOBO-
ro takcoHa. KoHuenuus reHeTHUeCKOH aCCHMUJISILMH MOP(O30B, HCTOJb3yeMast
9TOM TeopHell, He Mpe/oaraeT HelpeMeHHo CKauyKoo6pasHoro gpopmMoobGpasopa-
HUsI TIyTeM TIpeBpallleHdsT OHTOreHeTHUECKOH abeppallii B HOBBIH TAKCOH: BCe Je-
JIO B CTeTIeHH pa3Jjinuusi MexKIy MOp(0o30M M HOPMaJIbHBIM (PeHOTHIIOM, U 3TO pa3-
JINUKe BOBCe He 00513aTesIbHO JIOJKHO GbITh GOJIBILIMM: MPOIiece MpeoGpa3oBaHus
TAKCOHOB BKJIIOUAET AJUTEJbHYIO T0C/eI0BATENBLHOCTh LUUKJIOB HHAZANTalHH{
M 9BaJanTalyH, B X0Jle KOTOPBIX BCE HOBble MOP(O3bl aCCUMUIIUPYIOTCS | TTpeBpa-
iaroTest 0T60POM B (heHOTHITBI, BCE GoJlee YKIOHSTIONIHECsT OT MPEIKOBOH (hOPMBI.

C TOUKH 3peHHsI SMUTEHETHIECKOH TeOPHH TAKCOHOMHUECKUH paHT OTpeiesi-
€TCs1 eMKOCTBIO HUIIH, KOTOPYIO MOXKET 3aHSITh HOBBIE (PEHOTHIT, ¥ CTEMEHbIO OTJIH-
YHsT HOBOH HHUILIM OT UCXOHOH. DaKTHYeCKH, TeOpHst He IaeT MpeicKa3aHui 0 CKO-
POCTH 3BOJIIOLMH H JIOTyCKaeT Jo6oe ee 3HaueHne, Oy/Ib TO TJIABHOE BOCXOXK/IEHHE,
ToJIorasi UJId KpyTasi JIECTHHLIA, THO0 BePTHKAbHBIH BaJieT. [ToaToMy 115t nanbHeH -
111eT0 Pa3BUTHsI TEOPHH 0COGEHHO HeoOX0IUMa pa3paboTKa MPeICTaBIEHHUST O 3aKO-
HOMEPHOCTSIX 3BOJIIOLIMK 3KocucTeM (PKepuxun, 1993, 1994, 1995, 1997).

3a mpenesaMu Kpyra KOMIETEHIIHH STUTeHETHYECKOH TEOPHH JIEXKUT TaKxKe
HamnpaBJIeHHOCTb SBOJIOLUH. DTO sIBJIeHHEe UMeeT eIMHCTBEHHOe MPOCToe 06bsic-
HeHHe, KOTOPOe U3JI0XKeHO Ha si3bike afanTaiuu ([uaspos, 1966) u tecHo cBsi3aHo
c noHsiTHeM ajiantuBHoro Komnpomucca (Pacuuupin, 1987). Tunoreza M. C. Tuns-
poBa TperosiaraeT HaJuyHe CeJEKTHBHOTO PABHOBECHSI MEXKIY OIpefeseHHbIMU
CBOHCTBaMH opranuama. Hampumep, B cTaGUIIBHBIX yCIOBHSIX MOBbILIEHHAST TIJIO0-
BHTOCTb CAMOK HACEKOMBIX MOKET GbITh CBsI3aHA C TOHWKEHHOH MPHUCIIOCO6JIeHHO-
CTBIO, TOCKOJIbKY JOTIOJIHUTENbHOE KOJHYECTBO ML, ColeprKalleecsi B GpIOLIKe
MaTepH, yBeJIMUUBAET €€ BeC H, COOTBETCTBEHHO, YMeHbIIAeT MUTPALOHHbBIE CIIO-
COBHOCTH, COKpalllast KOJIMUECTBO JOCTYIHOTO cy6CTpara, MPUroIHOTo /ISt pa3BH-
THSI JIMUMHOK, W TI09TOMY yMeHblllasi BEPOSITHOCTb BBIKHBaHHsI MOTOMCTBa. Kak
CJIENICTBHE, POCT TIOIOBUTOCTH 3ampeleH 0TO0pPOM.

OnHako oripelieJieHHOe HavyaJbHOEe H3MeHEHHe MOKET BLIBECTH (DEHOTHIT U3
paBHOBECHOTO (KOMITPOMHCCHOTO) cOCTOsTHUsI. Harpumep, y MHOTHX HAaCeKOMBIX
(byHKIHST paccesieHHsl YaCTHUHO TIePEeHOCHTCsT Ha JIHIHHOK TlepBoro Boapacrta. [1o-
CKOJIbKY JINIHHKH MOTYT PACCeJIIThCs TOJIBKO TTACCHBHO, TO BEPOSITHOCTD HX ITOTIa-
JIaHHUsT B TTOJXOJSIIIME YCJIOBUSI CPABHUTENBHO HeBesinKa. [1osToMy st coxpaHeHust
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ananTHPOBAHHOCTH HeOOXOIMMO TOBBIIEHHE TIIOAOBUTOCTH caMoOK. COOTBeTCT-
BEHHO, BO3paCTaeT X Macca U COKPAIIAIOTCs JIETHbIE CTIOCOOHOCTH, UTO BLI3BIBAET
HeOOXOIMMOCTb OUePeNHOT0 YBeJMUeHH s YHCIIa IMUHHOK U, COOTBETCTBEHHO, TJIO-
JIOBUTOCTH UMAro — M TaK Jiajiee, BIUIOTh JI0 TIOJHOH MOTEPH MOJABHKHOCTH CaMOK
y HEKOTOpPBLIX TPyNI HaceKoMbIX. DaKTHUECKH, HayaJbHOe M3MeHEeHHe MPUBOIUT
B JIEFICTBHE TOJIOKHUTEJBLHYIO 06paTHYIO CBsI3b, KOTOpast 06yCJ/IaBJIMBAET JabHeH-
1IYIO HATpaBJeHHOCTDb 3BoJI0IIMOHHOTO Tipoliecca ([uasipos, 1966).

CuiecTBHEM HArpaBJIeHHOCTH BOJIIOIUHU SIBJISIETCST e He0OPaTHMOCTb. DTO
JIOCTaTOYHO OYeBHIHAST SMIUPHUECKAsT 3aKOHOMEPHOCTh, XapaKTepHaylolllasi 9BO-
JIOIMIO CTaplIMX TakcoHOB. [1o Bcell BUAMMOCTH, HeOOPAaTUMOCTb MX H3MEHEHHs
CBsi3aHa ¢ HeoGpaTUMBIMH MPeo6pa3oBaHUSIMH IKOCHCTeM. Bo BCSKOM ciyuae,
TPYAHO OOBSCHUTH HEOOPATHMOCTb IBOJIIOLMH, UCXOMS U3 CBOMCTB MHAMBHIyaJb-
HOTO Pa3BUTHsI OPraHU3MOB: Ha YPOBHE BHJIOB ¥ MOMYJISIIIAN BOJIOLHS TPEICTAB-
JisieTcst BIIoJiHe 06paTHMON 10 OTHOILIEHHIO K OTIEJIbHBIM MTPHU3HAKAM U LIeJbIM (e-
HOTHITAM.

Hau6osee GaHanbHble CIydan BOCCTAHOBJIEHHST OLIIOTO OGJHKA OTIEJbHBIX
CTPYKTYp — CaMOIIPOU3BOJIbHBIE U SKCIIepPUMEHTAIbHO UHIYLIHPOBAHHbIE aTaBU3-
Mbl. Hampumep, npu KoHTakTe ¢ 3yOHOH Me3eHXUMOH MBIIIH SMUTEJHH YeI0CTH
KypHHOTO 3MOpHOHA 06pasyeT 3yOHYI0 SMaJjib — TPU3HAK, YTPaueHHbIH NTHIAMH
BCKOpe T10CJIe IMBEPreHLHH OT PENTUIHI B MeJIOBOM MepHojie, T. €. mouth 100 MiH
Jget Hazan (Hall, 1983; Tun6eprt, 1995). Kak nto6oit Mopdos, aTaBU3M MOXKET Te-
PEXONUThL B HACJENCTBEHHOE COCTOsIHHE. DTO sIBJIEHHE, KOTJa B XOIe 3BOJIOIUH
TMpU3HAK HCUe3aeT U3 (heHOTUIA TAKCOHA, a 3aTeM BHOBD MOSIBJISIETCS Y TIOTOMKOB,
A. ®@. EmenbsinoB (1987) nasviBaet uncrmaspayueti, a A. B. Vianos (1998), pac-
CMaTPHUBAIOIIHEI €T0 Ha OGLINPHOM MaJIeOHTOJOTHUECKOM MaTepuane, — «Ko4e6-
AIOUWUMUCS MeHOeHUYUsMU> .

Hpyro#i HaGop TpHUMepOB JaeT BOCCTAHOBJEHHE paHee yTpayeHHOro ToJa
Y KJIOHAJILHO PA3MHOXKAIOLIMXCST TIPUPOHBIX MOMYJsAuE HaceKoMbix (Blackman,
1981). Eue onHo, KCnepUMeHTa/lbHOE CBUJIETENLCTBO 0OPATUMOCTH 3BOJIIOIMH
JIaeT pecHHTe3 CaMIOB y MapTeHOTreHeTHUYeCKOH phiObl Poecilia formosa: HoBO-
pOXKIIeHHble MaJibKH, 00pabGoTaHHbIe aHIPOTeHHBIM TOPMOHOM, pPa3BHBAJHChH
B HOPMaJIbHBIX CaMIIOB. VHTepecHO, UTO BOCCTAHOBJIEHHBIH TAKUM 00pa3oM KOM-
TJIEKC MPU3HAKOB COOTBETCTBOBAJ POJICTBEHHOMY BHJLY, PA3MHOXKAIOLIEMYCSI [TOJIO-
BBIM IyTeM, TpHYeM (DeHOTHIbI COBMAIANM OYeHb XOPOIO, BKJIOUasi MPOMOPIUH
¥ TIMTMEHTALMIO TeJia, XapaKTepHOe CTPOeHHe CEeMEHHBIX Kejie3 W TMPOBOMISIINX
MPOTOKOB, a TakxKe MnoJjioBoe nosejieHue (Schartl et al., 1991).

Cyzis o BceMy, K pa3psilly siBleHHH, 00bsICHsIEMbIX Ha SKOCHCTEMHOM YPOBHE
3BOJIIOIMH, TaKkke NpuHaaexxuT otMeueHHbld C. C. IlIBapuem (1980) dakr, uto
MaciutabHast 3BOJIOIUS U 06pa3oBaHHe CTapLIMX TAKCOHOB TIPOUCKOIUT HA MaTe-
pHKax, a He Ha ocTpoBax. Ha mepBblil B3TJIsi/, 9TO CTPaHHO, TIOCKOJIBLKY OCTPOBHOE
BHI006pa30BaHHe — TIPeIMET MHOXeCTBa KaHOHHYECKHX MPHUMEPOB IBOJIOLHH:
JIOCTaTOYHO OYEBHIHO, YTO OCTPOBA MPEACTABJSIOT 00JaCTH OBLICTPOTo 06pasoBa-
HUsT HOBBIX hopM. [Touemy 311 popMBI peIko UMEIOT paHT BhIIIe POJOBOTO?
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OnHO U3 BO3MOXKHBIX 00bSICHEHHH JIEXKUT BHE 3MUreHeTHYeCKON Teopuu. Bu-
JIUMO, CJIMLLIKOM 3HAUMTEJIbHO YKJOHSOLMecs MOpdo3bl He ObIBAIOT aaNTHBHBI,
M03TOMY CaJIbTALIMOHHOE TPOUCXOKIEHHE CTAPLIEro TAKCOHA — HEBO3MOXKHOE CO-
6biTie. Kommnieke npucrnoco6seHni, XapakTepu3yolix CTapluMil TaKCOH, MOXKET
chopMHPOBATHCS TOJBKO HAa OCHOBE JVTIMHHOMN LIETH MaJlbIX HarlpaBJeHHbIX H3MeHe-
Hu. [TocseHee BO3MOXKHO B JOCTATOYHO OOJIBLIMX, HE OCTPOBHBIX 9KOCHCTEMAX,
Ijle U3MeHEeHHe OJIHON MOMYJISIHY BbI3bIBAET H3MEHEHHS Y IPYTHX BUIOB: BO3HHKA-
€T CBOEro pojia LenHasi peakuusi ¢ MoJoXKUTeNbHONH 0OpaTHOH CBsA3bl0, KOTOpas
JIeHCTBYeT TeM JoJiblie, yeM GoJiblliee YHCJIO0 MOMYJISIUHEA BXOAUT B SKOCHCTEMY.
AnasornunbiM 06pa3oM, BOJHBI HMEIOT TeM GOJIBIIYI0 aMIUIHTYLy ¥ He 3aTyXaroT
TeM JIoJiblle, yeM OoJibliie pa3Mep BofoeMa. B pesysbrare, Gosbliasi sKocucTeMa,
Oy/ly4d OJIHAXK/bl BbIBEAEHA M3 COCTOSHUS MOKOS1, J0JIF0 He BO3BPALLLAETCsl B PaB-
HOBECHE U BbI3bIBAET BCE HOBBIE LIMKJIbI IeCTaOUIU3aLIMK H CTaOUIH3aLUH PEeHOTH -
MOB COCTaBJsAOUIMX ee nony surid. Takum obpasom, MacluTad 3BOJIOLHOHHBIX
npeo6pa3oBaHUil onpeesseTcsl He XapakTepoM W BeJIMUMHOH pa3oBOro H3MeHe-
HHUS1, OMTUCBIBAEMOT0 STIUTEHETHUECKOH TEOpHel, a UMCJOM IBOJIIOLMOHHBIX LIMKJIOB,
BbI3BaHHbIX H3BHE.

OKOCHCTEMHBIH KOHTPOJIb HAJl 9BOJIOLMEH, MIPeAnoJaraeMblil SMUreHeTHye -
CKO¥l TeOpHeH, CTaBHT BOMPOC O MPUPOJIE BHEIIHNUX BO3ACHCTBHUH, CITOCOOHBIX BbI-
BECTH 9KOCHCTEMY M3 COCTOSIHMSI SBOJIIOLMOHHOTO paBHOBecHs. He B Moeil koMm-
NeTeHUMH TPUBECTH MMOJIHBIH MepeveHb, a TeM 0oJiee KJIacCUPUKALHMIO TaKHX
Bo3zekicTBUHA. Hanbosee yacTo MpUBOAMMBIMU MPUMEpPAMH KPYMHbIX BHELIHHX
(hakToOpoB JlecTabUJIM3aLMH SIBJSIIOTCS KOCMUYECKHe KaTacTpodbl (MaaeHne Me-
TEOPUTOB, BCIBILIKK U3JyUeHHI) — coBpeMeHHbIH aHajor BecemupHoro Tlotona
BpeMeH KioBbe. BaxkHo 106aBUTh, UTO KaTacTpouyeckre COObITHS HE TOJBKO
YHUUTOXKAIOT XKMBOE: U3BEPIKEHHS MOABOJHBIX BYJKAHOB SIBJSIOTCS MOLLIHBIM HC-
TOUHMKOM BELLECTB, KOTOPble MOTYT ObITb HCIIOJIb30BAHBI U151 MUTaHUs1 GaKTepU
U cJefylollel 3a HUMM NULLeBO#H Lenu opranu3moB (Vermej, 1987). Kpome Toro,
HavyasbHbIH aOHOTHUECKUH TOMUOK He 00513aTesbHO J10JKEH HOCHTb XapakTep Ka-
tacTpodbl. Hanpumep, ABHKeHHE KOHTHHEHTOB — HCKJIIOUMTEJBHO MeIeHHBIN
npotiecc, onHako connkenre CesepHoil 1 OxxHoit AMepuk n o6pasoBanue [la-
HaMCKOro nepelieiika o6ycaoBuad Besukuit AMepukaHcKuil o06MeH — repeme-
LIMBaHHWE CEBEPHON M 10:KHOH payH MJIEKOMUTAIOLIMX U (POpPMUpPOBaHHE COBpe-
MEHHBIX MaMMaJIbHbIX payH 3THX IByX KOHTHHeHTOB (Cumncon, 1983). CxonHbix
U3MEeHEHUH MeHbllero Maciitaba MOXKHO OXKHAATb OT cMelleHUs1 (ayH Cpenu-
3eMHoro u KpacHoro mopei, craBliero BO3MOXKHbIM nocsie oTKpbiTHs Cy3s1Koro
KaHaJa.

7. 6. OBLUMIA XAPAKTEP 3MUTEHETUYECKOW TEOPUU

JloKTpHHA — 3TO MHPOBO33peHHe, 0(ULIHATBHO TPU3HAHHOE FOCYaPCTBOM
J1060 60JbLIMHCTBOM obulecTBa. Epech — MHeHUe, OTKJIOHSOLLEeCs OT JOKTPH-
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Hbl. JIto6ast JOKTpUHA UMEET ONIMO3ULIHIO B BUle epecel. B Hayke 310 B 0cobeH-
HOCTH TaK, MOCKOJIbKY HayuHble NpobJeMbl He peliatoTes ronocopanneM. CHHTe-
THYeCcKasi TeOpHUs 3BOJIIOLMH, OyIydd MHEHHEM OOJIbIUMHCTBA, HE SIBJSETCS HC-
KJIOYeHHeM M BCTpevyaeT BO3PaKeHHs CO CTOPOHBI €pPeTHYECKHUX TeueHHUH
9BOJIIOLIMOHHON OHoJiorud. [1pn aTOM XapakTep epecefi cyllecTBEHHO pas/iMueH
Ha Bocroke 1 Ha Sanaje.

3anaaHasi 6uosiorusi chopmMupoBasiach Mojl JOMUHUPYIOLLMM BJIMSIHUEM aHT-
JIO-aMepPUKaHCKOH, KpaiHe MparMaTHYHOH MypUTAHCKOH KyJIbTYpbl. 31€Ch U3 IBYX
BLIOUPAIOT TO, UTO JIeXKUT OJike. CoBpeMeHHble 3anajHble GHOJIOTH — YAMBH-
TeJIbHble MacTepa Mo YacTH T. H. case studies — HUCCle]oBaHUsT KOHKPETHBIX MPH-
POJIHBIX MEXaHH3MOB (CM. paGOThI 110 JTUCTOPACTIONOKEHHIO Y PACTEHHH, 10 IBOJIIO-
LMOHHOH MOP(OJOTMH KOHEYHOCTEH M MOABS3BIYHOrO amnmnapara cajamasip
B riaBe 9). He Tak 06¢TouT 16510 ¢ 0606111€HUSIMH.

MHorue Ha 3anaje corsiacHbl, 4To TpeGOBaAHHS COBPEMEHHON GHOJIOTHH MHO-
ro LWKpe Kpyra sIBJAeHHH, YI0BJETBOPUTENbHO 00bACHSIEMbIX CHHTETHYECKOH TeOo-
pueil. OaHako Ha 3anajie JUllb eIMHULBl COMHEBAIOTCS B CIIPABELJIHBOCTH OCHOB-
Horo BeflicmanoBckoro mnocrysara (nHanpumep, Webster, Goodwin, 1982;
Fagerstrom et al., 1998). Epecb 3ananmnoii 3Bosto1oHHON GHOJOTHU CoTJlacHa
C KOHLeNLMEeN 3apo/ibIlLIeBOH M1a3Mbl U COCTOUT B IEPEHOCE POJIH IVIABHOTO HCTOY-
HHKa HOBOOOPA30BaHUH ¢ peKOMOMHALIMK M 0TOOPA HAa MyTallMH OT/IEJbHbIX FeHOB
Kak croco6a ObICTPBIX BOJIOLMOHHbBIX H3MeHeHUH. [ToaTomy Bee neiicTBus Mo Hc-
MpaBJIEHUIO CUTYALIMH CBOASITCS K TOMbITKAM IONOJHATH HEONAPBUHU3M KOHLEMIHU-
sIMH, B3SThIMU U3 GuoJioruu passutus (McKinney, McNamara, 1991; Gottlieb,
1992; Hall, 1992; Jablonka, Lamb, 1995; Rollo, 1995; Gerhard, Kirschner,
1997), He nmepecMaTpuBasi UCXO/IHbIE MOCHIIKY HEOJAPBUHU3MA.

[TocKoJIbKy CHHTETHYECKasl TeOpUsl U IMOPHOJIOTHSI MPUHLIMITHAJILHO HECo-
BMecTuMbl (Shishkin, 1992; Raff, 1996), To He npuxonuTcst yauBAATBCS OTCYTCT-
BMIO 3aMeTHOro mnporpecca B ofJiacT HamedeHHoro coenuHenus. Co BpeMeH
A. Beficmana sM6puoJsiornst KpaiiHe MaJjio BJHsiia HA Pa3BUTHE 3BOJIOLMOHHOTO
YUEHHS], U CUHTETHUYECKas TEOPHsl SBOJIIOLMH C(hOPMUPOBAJIACL B MOJHOM OTPbIBE
oT sMOpuosiorud. Haunbosee OTKpOBEHHblE CTOPOHHHKM CHHTETHUECKOH TeOpHH
BOOOIIlE OTPULAIOT HEOOXOAMMOCTb CHHTE3a 3BOJIIOLMOHU3MA M OHOJIOTHH PA3BH-
tusi: «Korna-uubynb, — obelann Mbl ce6e, — Mbl OTKPOeM 3TOT SIIIHK, HO U JI0
CUX Mop rpekpacHo ob6xoaumest 6e3 Hero» (Maynard Smith, Szathmary, 1995).
EcrectBenHo! Beib «3TOT SILMK» B CBOE BpeMsl 3aKPbIIU KaK pas Jyisl TOro, 4ToObl
He MewlaJ paboTaTb Haj FeHETHYECKOH 3BOJIIOLMOHHOH Teopueill. Kak oTmeTni
B sityHOM coobiiennu M. A. [lnmkuH, B mpotuBHOM ciiydyae CT3 Boobiie 6bl HU-
KOIJla He BO3HHKJA — MMEHHO B BHJy €€ NPOTHBOPEYHs] IMIUPHUUECKUM 0060011le-
HUSIM SKCMepUMeHTa/bHOH Guosiorud KoHlla XIX Beka. B namwm puu pa6orath
B pycsie CTO MOXKHO TpH TOM 2Ke YCJIOBMH: He oOpalliasi BHUMaHUsT Ha GOJIbLIyIO
4acTb OHOJIOTHH.

BmecTe ¢ TeM, MpUYMHBI HOBOTO pPacrnpocTpaHeHUsl MyTalliOHM3Ma Ha 3a-
naje 10CTaTOYHO MOHATHBI U OOBSICHSIOTCS OCO3HAHHBIMH TPYAHOCTSIMH CHHTE-
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THUeCKOH Teopuu. PacreT uncJio siBiieHU, He UMeIoLIMX 06IIeNPU3HAHHBIX MPO-
CTbIX OOBSICHEHUH C MO3UIMH CHHTETHYECKOH TEOpPHH, UTO 3acTaBJisieT UCKATh
BBIXOJI U3 CJIOXKHUBIIIeHCS CUTyallld. YCJI0BUe cOXpaHeHHus noctysaTa Beiicmana
MpeonpeessieT YKJIOH K MyTalluOHU3MY, MOCKOJILKY B pycJjie HeojapBHHU3MA
HEeT U He MOXKeT ObITb UHBIX UIE€0JOTHIH, KPOMe MyTallUOHHOU U CHHTETHYeCKON
TeOopHi: 3HaHHe, MOJ0OHO KUBBIM CYIIIECTBAM, PA3BUBAETCS M0 OrPAHUYEHHBIM
KaHaJiaMm.

CuHTeTHUeCKast TeOPHsT SBOJIIOIIMY BIiepBbie BbiBesia GHOJIOTHIO HA TEOPETH-
YeCKHH YpOBEHb HCCJEJ0BaHUH, KOTJa pa3po3HEHHble KOHIENUUH 06pa3oBasu
CTPOHHYIO CHCTeMY, TOJIyuuB 0blllee OCHOBaHHe. DTO OblI IPKUH 3Tar Pa3BUTHs
6UOJIOTHH: B TeUeHHe HECKOJIbKHX JeCATHIIETHH CHHTETHUECKAs! TEOPHUs HATTPaBJIsi -
Jla XOJl UCCJeJIOBAHUH, SIBJISISICh UIEHHONH OCHOBOH paboT MO reHeTHKe U SKOJIOTHH
nonyssiuuid. MimenHo 6s1aronapsi CUHTETHYECKOH TEOPHUH TMOMYJIsSIIIHOHHAsT GHOJIO-
rust ohopMUIaCh B CAMOCTOSITE IbHBIN HAyYHBIH pas/iesl U HaKOMKJIa OTPOMHbBIH M-
MUpPUIECKUH MaTepual.

OpiHaKo B HAIIW JIHM CHHTETHYECKasi TEOpHs y2Ke He SIBJISIETCS] MapaurMoin,
o6beIMHSAIONIEH pa3BUBalollleecst GUoJiorHuecKoe 3HaHue. Bo-nepBbiX, ciencTBust
0 3aKOHOMEDHOCTSIX MpeoO6pPa3oBaHUsl TAKCOHOB, BbIBEIEHHbIE U3 ITOH TEOPHH,
He a/leKBaTHbI U3BECTHBIM HabJIIOJIEHUsIM U 3KcrepuMeHTaM. OQueBUIHO, UTO 3BO-
JIIOLIUST COTIPOBOYK/IAETCS] TeHETHUECKUMU U3MEHEeHHSIMU, HO He CBOJIUTCS K HHUM.
BbIBoUMTL MAKPO3BOJIIOLIMOHHBIE CJIECTBUSI U3 CBOUCTB OT/IEJbHBIX T€HOB — BCe
paBHO, UTO OGBSICHSITH HCTOPHIO XKeJIAHUSIMU OT/IEJIbHBIX Jitoflel. Bo-BTOpbIX, CHH-
TeTH4ecKasi TeOpUsl He COJIEPXKHUT CKOJIbLKO-HUOYIb pa3BUTOro anmnapara a6erT-
PaKTHBIX TIOHSATHH JIJIS1 OTIUCAHUST 9BOJIOLMH YKOCHCTEM M OHTOreHe3a: JI0 HaCTosi-
111er0 BpeMeHH MAKPO3KOJIOTHsI U GHOJIOTHST PA3BUTHS YCIEIIHO pa3pabaThiBaIUCh
B OTPbIBE OT TEOPUM 3IBOJIIOLMHU. Pa3po3HeHHOCTb GHOJIOTHUECKHX JIUCLHUIIMH
(pu TOM, UTO Kaxk/asi U3 HUX siBJisieTCsl ChOPMHUPOBAHHOH HAyKOH!) CBUIETENBCT -
ByeT 0 HeOGXOJMMOCTH HOBOTO 3BOJIIOLIMOHHOTO CHHTE3a, OCHOBAHHOTO HA MHBIX
UCXOJIHBIX KOHIIETIIUSIX, HEeXKeJIM CUHTETHUECKasT TeOpHS.

[lentpom Boctounoit 6uonorun XX Beka 6ol Poceusi u CCCP, e nayka
BCerjia HOCWJIA PeJIMTHO3HO-POMAHTHUECKUH OTTEHOK W CTPEMHUJIach K abCTpaKT-
HBIM UCTHHAM, JIaBasi BO3MOYKHOCTb ObITh XOTsI Obl B MbICJISIX CBOGOHBIM B YCJIOBH -
X HecBo6oiHOTO 0611IecTBa. BocTouHoe epeTHYecKOe BOJIIOIIMOHHOE TeUeHHe —
3MUreHeTHYECKAast TEOPUsT — OCHOBAHO Ha pajIMKajJibHOM OTKase oT BelicmaHoB-
CKOU KOHUEMIHUH XKECTKOH HACIEICTBEHHOCTH H, COOTBETCTBEHHO, OT OJIHOTO U3 OC-
HOBOIIOJIATAIOIIIUX TTOCTYJIATOB HEOJ]APBUHHU3MA «H3MEeHeHHs! TeHOTHIa OMpeJieJis-
10T U3MeHeHHsT (DEHOTHIIA .

Ceiluac HeJsib3st CKa3aTb, CbITPAET JIM STMUTeHeTHUEeCKasl TeOPHsT POJIb HOBOTO
CHHTe3a: YTOGbl 3TO BBISICHUTh, TEOPHIO HAJI0 COMOCTABUThL C BO3MOXKHO HoJiee 111 -
POKHMM Kpyrom (hakToB, U3BECTHBIX COBpeMeHHOH GuoJioruu. B Hacrosiiee Bpems
3MUreHeTHYECKast KOHIETIINST HAXOUTCS MPUOJIU3UTENHHO B TAKOM 2Ke COCTOSTHUH,
B KaKOM HaxojiuJjiach cuHreTnueckast Teopust B 1930-e roibl 10 nosiByieHust o611mx
monorpaduit ®. I. To6pxkanckoro, . Xakeau, 3. Matipa u Jlx. I. Cumncona.
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Dakruuecku, chopmyJHpoBaHa JHLIb JOrHYECKas LeNouKa, ocHoBa Oyyllei Teo-
PHM — 3apOJiblLI, TeJy KOTOPOTO MPEACTOUT Pa3BUBATHCS JIMOO MOTHOHYT.

[Ipexxne uem npusaratb ycuiaus K paborte Haj HOBOH TeOpHeH, eCTeCTBEHHO
CTPOCUTD: OYIYT JIM 3aTpauyeHHble YCHJIUSI ONPaBAAHbI TT0JMyYeHHbIMH pedyJibraTa-
MH? MOXKHO JIM 0XKMATh, YTO MPHIET HOBOE MOHUMaHHE OMOJIOTHYECKHX SIBJICHHH?
Cranet Jin GoJiee LesIbHBIM H TPOCTBIM Hallle BOCTIPUSITHE »KUBOTO MUpa? MHe 1y-
MaeTcsl, UIaHChl Ha ycrieX eCTb.

Bo-nepBbixX, HEOOGXONMMOM YaCTbIO TUTEHETHUECKOH TEOpHH sBJIsieTCsl OHO-
JIOTHSl Pa3BUTHSI — HayKa, KOTOPYIO B TeUeHHe MOCIeAHNX ABYX 1eCATHIETHH 6e3y-
CMEUIHO MbITAIOTCS MPUBA3ATh K 9BOJIOLMOHU3MY. COOTBETCTBEHHO, SIBJEHHUS, H3Y-
yaemble B paMKax GHOJIOTHH Pa3BUTHsI, MOJYYAIOT IOJTOKIAHHYIO SBOJIOLMOHHYIO
MHTEPIIPETALHI0 — e€CTeCTBEHHbIN JIEUTMOTHB JII0OBIX GHOJIOMHUECKHUX HCCIeI0Ba-
Hui. OpraHuyHasi cBsi3b ¢ GMOJIOTHEH PAa3BUTHS 00yCIaBAUBAET B3MVISIL STIUIEHETH -
YeCKOH TeOpHH Ha MPUPOLY U3MEHYHBOCTH, KOTOPBIH MO3BOJISIET PELIUTb HEKOTO-
pble BOIMPOCHI, TPYAHblE /ISl CHHTETHYECKOH TeopuH (HampuMep, <«KolliMmap
J>)keHKHHA» U Po6JIeMy TIOBTOPHOTO BHI006PA30BaHHS ).

Bo-BTopbIX, 3nuMreHeTHyecKas TEOpHsi JaeT BecbMa MPOCTble OObSCHEHHS
TaMm, rje HeoJlapBUHU3M IpearaeT rpoMo3aKue TOJKOBaHHUsl, — HanpuMmep, Ajs
SIBJIEHUS IeCTaOU/IM3aLMK NOTTYJISILMOHHOTO peHohoH .

B-TpeTbux, anureHeTHyecKast TEOpUs B TIOJHOM CMbICJIE CJIOBA sIBJIsIeTCS Na-
pajMrMol — KOHUeNUUel, crnocoOHON HampaB/sATh AeSTeNbHOCTb HCCle0BaTe-
qert (Kyn, 1975). 9ta teopus ykasbiBaeT 06/1acTy Halllero 3HAHUS, TJle HEOOXOMIH -
MO T[OJIyueHHe JIOMOJHUTEJBHOTO 3MIUPUYECKOro MaTepuasa. SIBjaeHUsMH,
MOAJIEXKALIMMH H3YYEHHIO, SIBJSIIOTCS MOPHO-(PyHKIHOHAbHBIE GaKTOPbI MOjIep-
JKaHUs1 M IPUYMHBI HApylleHUs1 (DeHOTUITMYECKOH YCTOHYHBOCTH, SMOPHOHAJbHbIE
MeXaHU3Mbl (POPMHUPOBAHHUS U TeHeTHYeCKasl acCUMUJISALIUS MOP(O30B, BCTpeyae-
MOCTb U ajiantaluy Mopo30B B IPUPOJiE, NpeoOpa3oBaHie OHTOreHe3a Moj el -
cTBUEM 0T6OPA.

[To cytH, snureHeTHuecKas Teopusi UMeeT GoJsiee CHHTETHUECKHI XapakTep,
yeM KaHOHMYEeCKasi CUHTeTHUecKast TeopHsl. HoBasi Teopust OTKpbIBaeT HOBbIE TEMbI
MCC/Ie/IOBAHHH U MyTh /151 IEACTBUTE/IBHO LUHPOKOTO HOBOIO CHHTE3a OHOoJIoTHYeC-
KOTO 3HaHUs U 00bEIMHEHUST HIeH, IaBHO CYLIECTBYIOLHMX OTIEJNbHO OT IJIaBHOTO
pycsia 3BOJIIOLIMOHHBIX MccaenoBanui. [lpeanourenne snureHeTHYeCKONH TeopuH
— HensOexKHasi 1aHb BpeMeHH, H HUKOUM 00pa3oM He HeOpexKeHHe TOH poJiblo,
KOTOPYIO ChIrpaJl HeOAPBUHHU3M B Pa3BUTHH OHOJIOTHH.




YACTDb 3. HTPUJIOZKEHMA
QIIMT'EHETUYECKOU
TEOPHUHU S5BOJJIIOIINN

[TIABA 8. ITPOBJIEMA
JOITIOJIHUTEJIBHOCTHU B BHOJIOTNHU

[Touemy >KHBbIE CyI1€CTBA HMEIOT XapaKTepHYIO (POPMY, 10 KOTOPOH Mbl OTJIH-
yaeM UX JApyr oT Apyra? Ec/iu 3aMeHUTb HayuHYIO JIEKCHKY Ha OObIIeHHBIE BBIPAXKe -
HHs1, TO CTAHET BUHO, YTO MOJ0OHbIE BOMPOCH! 3a1at0T 00bIYHO AeTH. Bapocible yc-
[1€BAIOT IIPUBLIKHYTb K HEOObSICHEHHBIM BellaM B OKPY2KaloLLel HX 2KH3HH, H HX HE
6eCIOKOSIT CIULLIKOM OTBJIeYeHHble MaTepuH. JleTH »ke CMOTPAT Ha MUP HElPUBbIY-
HBIM B3[JIZIOM, BUIAT MHOTOE, HE 3aMETHOE HaM, U K MX BONPOCAM CTOMT HHOTIA
npucaylatbes. Mtak, oT «B3pociblx» OH0J10r0B TpebyeTcst 00bICHEHHE: KAKOBbI
TIPUUYHHBI TPOUCXOKIEHHST KOHKPETHOH (hOPMbI OPraHH3MOB?

8. 1. PAKTOPbI BUOJIOTHYECKOTO $OPMOOBPA30BAHUS

OOBSICHUTD sIBJIEHHE — 3HAUUT yKa3aTh MPUUHHY, KOTOPAs BBI3BIBAET 3TO
siBJIeHHe. DTHUreHeTHYeCKasl TeOpHsl 3BOJIOLUM TPHU3HAET JABa OAHOBPEMEHHO
JeficTBytoux axkropa GopmMooO6pazoBaHUsl: ceJeKIHOHHBI (BHELIHHI MO OT-
HOILIEHUIO K OpraHu3My) U MOpdoreHeTHueckuil (BHyTpeHHHUH ). [leficTBue nep-
BOTO C OUEBUHOCTBIO MPOSIBJASIETCS B POPMUPOBAHHH aHAJIOTHH — MPHU3HAKOB
BTOPHUYHOTO (KOHBEPreHTHOT0) CXOJCTBA, BO3HHKAIOLIMX MPH ajanTaluu pas-
JIMUHO OPraHM30BAHHBIX CYLLECTB K CXOAHBIM YCJIOBHSIM cpejibl o6utanus. Kano-
HUYEeCKUMH NPUMepPaMHU aHAJIOTHH SBJSIOTCS: 00TeKaeMoCThb (POPMBI Tesa Kpyr-
HBIX OBICTPO MJABAIOLINX MO3BOHOYHBIX, MACCHBHOCTb KOHEUHOCTEH POIOLINX
JKUBOTHBIX, (hOPMa MOMEPEUHOr0 CevyeHH sl KPblJIbeB H MJIABHUKOB ( TOMIIHHA BCe-
rJla NafaeT oT nepejiHeil K 3aiHell KpOMKe ), LIaPOBUAHOCTb HEKOTOPHIX KAKTYCOB
1 MOJIOYAeB.

Crporo roBopst, 7151 SBOJMIOLHMOHHON KOHBEPTeHIUH He 00s13aTe/IbHO HaHIHe
OJIMHAKOBBIX (pyHKUHH. JlocTaTouHO, YTOOB! pas3fuuHble (DYHKLUHH HCTOJb30BaIH
omuH ¢usndeckuit mpuHumn (tesuc I. b. Kodwmana, nmuunoe coobuienne). Yuemo
(hu3HUECKHUX MPUHLIMIIOB H OCHOBAHHBIX HA HUX MHXKEHEPHBIX PelIeHHH 3aBeIOMO
HEBEJIMKO, TIPUPOJIA 2Ke JaNeKO He BCerja MOXKeT OCyLeCTBUTh Bee U3 Hux. [losTo-
My Ta WJIM HHAsl 337la4a Ha U3MEHEeHHe, KOTOPYIO CTaBUT Mepejl OPraHU3MOM eCTeCT-
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BEHHbII 0TOOP, BCerjaa MoxKeT ObITh pellleHa CPaBHUTEJIbHO HeOOJbIIUM HAO0pOM
cnoco6oB. TUM 06bSICHSETCS ITTMHHBIN Psijl KOHBEPreHIMH B OpraHu3alun yHK-
[IMOHAJIbHBIX CHCTEM Y CAMBIX PA3HBIX CYIIECTB: KPbIJIbeB YKHBOTHBIX U JIETYUeK ce-
mstH (Ennos, 1989); ras nmossoHouHbiX H GecrosBoHouHbIX (Alexander, 1988);
TEMNJION30JIUPYIOLIETO TIOKPOBA MJIEKOTIHTAIONINX, MTHIL U HACEKOMbIX; BO3/ILIHbIX
nJlaBaTe IbHbIX My3bIpeill Y BOJHBIX YKUBOTHBIX U PaCTEHUH; CITYXOBBIX H 3BYKOBOC-
MPOU3BOJISIIIIUX ANMapaToOB Y CAMbIX PA3HBIX YKUBOTHBIX.

[To Bceil BumumMocTH, Haubosiee 0611eH MPUIUMHOH KOHBEPTEHTHOTO CXOJI-
CTBa siBJIsSieTcsl OTOOP Ha yMeHblleHUe 3aTpat: NpaBuJbHble (OPMbl 06bSICHS -
I0Test aKoHoMMeH Matepuana (Mopayxati-bBosarosekoit, 1936), U nmockosbky
B TPEXMEPHOM MPOCTPAHCTBE BO3MOXKHBI JIHIIb CEMb CYIIECTBEHHO Pa3JIMUHBIX
cucrem koopauHat (lanuynun, Cenemrannb, 1980), To opraHu3mbl Kak pesyJib-
Tat ot6opa Ha MUHUMYM HeOOXOJIMMOro MaTepuasa HeuzHexxHo nmpuobpeTaoT
OJIUH M3 HECKOJLKUX THIIOB CUMMETpPHH. TaK »Ke U CTPYKTYypPbl KOHKpeTHOH hop-
Mbl, HATIPUMeED 111eCTHYTObHbIE PACeTKH B IJ1a3ax HaCEKOMbIX, sTUeHKU MUeJsH-
HBIX COT M KJIETKH 3MUJIePMHUCa, BO3HUKAIOT GJiaroiapst TOMY, 4YTO HIECTHYTOJIb-
HUK — durypa, cnoco6Hasi 3amnoJHUTb MOBEPXHOCTb, COXPAHUB TIPH 3TOM
HAaUMEeHbIIUH MepUMeTpP TMEePEropojioK, OrpaHUYMBAIOIIMX KaXKbIH 3JIEMEHT
1, COOTBETCTBEHHO, HCIMOJb30BAB MHUHHUMAaJbHOE KOJIHUYECTBO CTPOUTENHLHOTO
matepuasna. CxoaHbIM 06pa3oM, UKOCas/lp — MpaBUJIbHBLIH peGepHbIH MHOTO-
rPaHHHUK, MpPH 3aJaHHOM o6beMe o6GJafaAlOLIMH HAUMEHbLUEH MJIOLLAbI0 MO-
BEPXHOCTH — XapaKTepH3yeT CTPOeHHEe BUPYCOB H HEKOTOPBIX PaJHOJISIpHH,
a HeoOXOIMMOCTb CBECTH K MMHHMyMY COOTHOILIEHHE TMJONIAJU MOBEPXHOCTH
1 o6'beMa TeJia TIPUBOJIUT K CTAHOBJIEHHUIO IAPOBUIHOCTH HE3AaBUCHUMO OT TOTO,
KaKoe >KH3HEeHHOe 3HaueHHe MMeeT 3TOT MHHUMYM: yMeHbllleHHe HCTapeHus
BJIaTW, KaK y pacTeHUH-Kcepo(HTOB, CHUXKEHHE BEPOSITHOCTH BCTPEUU C XHIIL-
HUKAMH, KaK Yy KOJIOHUAJbHBIX TPOCTEHIINX, MUHHMH3alLHUs Terjoo6MeHa
C BHeIlIHEH CpeJod M T. . DKCryyaTalus eIMHOTO (PU3HUYecKOro MpHUHIUNA
06bSICHSIET aHAJIOTHH B CTPOEHHUH He TOJbKO OPraHW3MOB, HO M HEXKHBbIX MaTe-
pUasIbHBIX 1 laXKe ujeasbHbiX 06bekToB (Iletyxos, 1981; Baciotunckuii, 1990;
3umos, 1993).

Buusinvie mopdorenetudeckoro dakropa HanboJiee OUeBUIHO MPOSIBJSIET-
csl B MpUMepax napaJsijieibHOro CXOJCTBA POJCTBEHHBIX (opm. Bauskue opra-
HU3MbI, CPABHUTEJbLHO HEJJABHO BO3HHUKIIHME OT OOIIEro Mpejxa, pacrojaraiT
6O0JILIIAM YHCJOM TOMOJIOTHUHBIX CTPYKTYp M OJMHAKOBHIMH MeXaHH3MaMH WX
3MOpUoHaNbHOTO pa3BuThs. Kaxkiblil sSMOpHoHaNbHBIN MeXaHu3M criocobeH Jia-
BaTh JIMIIb OrpaHUYEHHbIH Ha6OP Pa3HOBUAHOCTEH Kaxoi cTpyKTyphl. [TosTo-
My OpTaHHM3M MOXKET TMOPOJHUTh TOJbKO OrpPAaHUYEHHBIH CHEKTP MOTOMKOB
(Waddington, 1940). Uem 6uii>ke pojiICTBO OpraHu3MOB, TeM (oJiee TIOXOXKH HX
3MOpHUOHAJbHBIE TIPOIleCChl, TeM GoJiee TOJHO COBMANAIOT CIEKTPhI MOPOXKIEH-
HBIX UMH pagHoBuaHocTel (Basusos, 1968). daxktudecku, psiibl romMoJornuec-
Kot uaMmenunsoctu no H. V. BaBusioBy cBuieTeIbcTBYET 0 HAJMUUH Y TAKCOHOB
OJIMHAKOBBIX MeXaHHU3MOB HWHAMBUIYaJbHOIO Pa3BUTHS W, COOTBETCTBEHHO,
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Puc. 9. Tojxo/bl K 00bsICHEHHIO OPMbI OPraHU3MOB, MPEJI-
A IBOMIOUMS X0 ¢op p , IpeJL

Jlaraemble cTpykrypajusmom (A) u naunoit padoroii (B).

0 POACTBE 3THX TAKCOHOB: €CJIH y HECKOJb-
KUX BMJAOB HM3MEHUHBOCTb OIpeeseHHOTO
ATATITAIA OHTOTEHE3 NpU3HAKa YKJIAAbIBACTCSl B OJMH W TOT XKe
PS4 MOZIATIBHOCTEH, TO STOT Psifi BMecTe ¢ 06-
pasyiouuM ero 3MOpHOHATbHBIM MEXaHHU3-
b MOM SIBJISIETCS] MPH3HAKOM CTapLIero Takco-
Ha — poja uau cemeiicta (HepHbix, 1986).
Ecnn opranuam u npotecchl ero hopMu-
POBaHHSI IOCTATOUHO MPOCTHI U 33]1a10T CPABHHU-
TeJIbHO HeOOJIBIION CMEKTP JIOTHUECKHX BO3-
MOXKHOCTEH JUIs1 KAXKJIOH CTPYKTYPbI, TO B CHJTY
YHCTO BEPOSITHOCTHBIX MPHUMH CXOACTBO JaH-
HOTO THIA MOXKET PeryJ/IsipHO BO3HHKATh B y/a-
JIEHHBIX CHCTEMATHUECKHX TPyINNax — CeMeHCTBax U oTpsiax (MopsiKax). ToT de-
HOMEH §IBHO TPOSIBJISIETCS y pacTeHuH (CM. AJHHHBIN psig npuMepoB B: Went, 1971;
Meyen, 1973); a y 6akrepHii HACTOJILKO 3aKOHOMEPEH, UTO CTABUT 3HAYHTEJIbHBIE
TMPENSITCTBHUS HA MyTH PEKOHCTPYKLMK pustorennu (3aBap3ut, 1969, 1974).
Mopdorenetndeckni (hakTop He 3aBUCHT OT TPeOOBAHUI alaNTHPOBAHHO-
CTH K cpefie 0OUTaHUs: CIIEKTP (POPM, KOTOPbI€ MOXKET MOPOJUTb OPraHU3M, TOJ-
HOCTBIO OMpefensieTcsl SMOPHOHANbHEIMH MEXaHH3MaMH H MPEACYLIECTBYET MO
OTHOLLIEHHIO K 3/JeMEeHTAPHOMY BOJIOLHOHHOMY H3MeHeHHI0. Mexoast u3 srtoro,
Pas3BUBAIOLIASICS B TeUEHHE TOCAEHUX ABYX-TPEX ACATUIECTHH T. H. CTPYKTypa-
JINCTCKAsl Tapaaurma npeiaraet TPOHHON MOAXOA K 00bSCHEHHIO OHOJOTHYeC-
KOH (POPMBI: C MO3ULUH (DU3HONOTHH, MOP(OJOTHH U UCTOPHUECKOH MpeeMcT-
BeHHOCTH (puc. 9 A) (Seilacher, 1974; Thomas, 1978, 1979). C moe#i Touku
3pEeHHUs], HCTOPUUECKHH (DAaKTOP B JAHHOM CJlydae — HEOINpPaBAAHHOE TEePMHHO-
Jloruyeckoe ycjoxkunenue. [lo cyliecTBy, 3To He OTAesbHAs TPynna MpHUHH,
a 00bIYHOE (hU3UUECKOEe BPEMSI: HCTOPHS €CTh PE3YJ/IbTaT KOMJIEKTHBHOTO MPOsIB-
JIeHUsT MOP(OreHeTHIECKUX U CeJIeKIIMOHHBIX TPUUKH B npolioM (puc. 9 b).

AJATITAUHS OHTOTEHE3

IBOJIIOLUS

8. 2. 3BOJIOLUMOHHOE B3AUMOJENCTBUE MOPPOTEHE3A U OTBOPA

CraHoBJsieHHe (OPMBI OPraHU3MOB MPOUCXOJUT B MPOLIECCe 3BOJIOLUY MPH
OIHOBPEMEHHOM YYaCTHH MOP(OTeHEeTHYECKOr0 M CeJeKIHOHHOrO (aKTOpPOB.
BsaumopeiictBre GhakTOPOB MOXHO MPOCJEIUTL Ha TIPUMeEpe aJlanTHBHOTO Mpe-
00pa3oBaHusl Jan XBOCTAThIX aM(UOUHA. Y HEOTPONMUECKUX calaMaHip, Beay-
LUX APeBeCHbIH 00pa3 XHU3HHU, UMeeTCs epernoHKa MexX/Iy najblaMu. JTa mne-
perioHka pafoTaeT Kak JIMNKas BaKyyMHas [pHcOcKa W CJYXKHT
TMPUCIOCOGJNEHUEM JUIs TIEPEABHKEHHUS 110 MJIOCKHM [IAJIKHM BJIaXKHBIM TTOBEPX-
HOCTSIM JIMCTBEB TPOMUUECKHX pacTeHuil W creHam neiep (Alberch, 1981;
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Wake, 1991). Bmecre ¢ Tem, anantuBHasi eHHOCTh TPUCOCKH He sIBJISIETCS He-
MOCPENCTBEHHON MPUUUHON ee MEePBUYHOrO Pa3BUTHSI: MeperoHKa TOsIBJISeTCs
B (heHOTHIIe BHE BCSIKOH CBSI3U C IPEBECHBIM HJIH MellepPHBIM 06pa3oM 2KHU3HH.
Ee Hasmuune KoppeJsvpyeT co CAUsTHAEM Tap3a/bHbIX 9J€MEHTOB CKeJleTa KOHey-
HOCTH U BO3HHKAeT, eCJ BO BpeMsi SMOPHOHAJIBbHOTO PA3BUTHSI KOJHYECTBO
KJIETOK B 3aUaTKe Jiarbl MeHbIIIe OMpeleleHHOTO MOporoBoro yncaa. [locaennee
MMeEeT MeCTO MpH yMeHbleHHH 001X pasMepos Tesa (Alberch, Gale, 1985;
Oster et al., 1988; Wake, 1991), koTopoe MOXKeT POUCXOJUTH MO PA3HBIM MPH-
ypHaM. B pesaysibTate, HecMOTps Ha TO, UTO (DYHKIIHOHAJbHASI 3HAYUMOCTD Tepe-
MOHKH JI0Ka3aHa HaOJIJeHHsIMH W sKcrepumenTaibHo (Alberch, 1981), sta
CTPYKTYpa MOSIBJISIETCSI He KAK PeaKLdsi HeloCPeICTBEHHO HA eCTeCTBEHHBIH OT-
60p 1Mo CrIocCOGHOCTH JIa3aTh, a KaK OJIHO U3 aJbTepHATHBHBIX OHTOTEHETHYE CKUX
COCTOSIHHH, KOTOpble KaK TAKOBble OMpeNeJsioTCs BHYTPEHHUMHU (heHOMeHaMH
opraHuama, a He TpeGOBaHUSIMH OKpYKaloliel cpenbl. [IoaToMy nepernoHKy cie-
JyeT paccMaTpuUBaTh KaK MPOTOAJANTAlMIoO K YKH3HH Ha BBICOTE, KOTOpast HC-
MoJIb3yeTCsl PSIIOM BHIOB, HO JaJieKo He BCeMH cajlaMaHpaMu, KOTopble elo 06-
ganatot (Alberch, 1981; Wake, 1991).

[IpuMep ¢ KOHEUHOCTSIMH XBOCTAThIX aM(PUOUH MpeACTaBIsIeT YHHKAIbHOE
MccyeloBaHue, OHOBPEMEHHO CofieprKalllee JaHHbIe 110 SKOJIOTHH, CPABHUTEIb-
HOU MOP(OJIOTHH, (PU3HOJOTHH U SIMOPHOJNOTHH. DTH BeCbMa Pa3HOPOJHbIE aH-
Hble XOpOIIO COTJIACYIOTCS MEXKIy COOOH U MO3BOJISIIOT BLICTPOUTD CJIEIYIONLYIO
eMOYKY TUTOTETHYECKHX IBOJIOLHOHHBIX COOBITHI: M3MeHeHHe SKOHUIIH —
oT60p Ha YMeHbIlIeHHe pa3MepoB Tejia — obGpa3oBanue Mopdosa (Hemomudde-
peHLUPOBAaHHOH Janbl) — OT6Op Ha U3MeHeHHe Mopdo3a U ero MoaudUKaIUs
B TipHcoCcKy. TakuM 06pa3oM, KOHKpeTHast (hopMa MPUCOCKH OTpeessieTCsl ABY-
MsI COBMECTHO JIEHCTBYIOIIMMHE TPYNTaMH TPUYHH: MeXaHU3MaMH MopgoreHesa
¥ aJIaliTHBHOM 11€HHOCTbIO 06Pasylolielicst CTPYKTYPBbI.

8. 3. JIONOJIHUTEJbHOCTb NMPUYUH U HEONPEJAEJEHHOCTb OB bSICHEHUI

Baaumnas He3aBUCHMOCTD IBYX (haKTOpPOB opMoobpazoBaHusi 0OycJaaB-
JIMBaeT HeoOXOIMMOCTh BBeJleHHsI B GUOJIOTHIO TIOHSITHSI BOpOBCKO OMOJIHY-
TesbHOCTH. Husibe Bop HeogHokpaTHO nucast 06 yHUBepCaJbHOM 3HAUEHHH J10-
noJiHuTesbHocTH Jisi 6uosiornn (Bop, 1971 u gp.), 3Ty ke MbICab M03XKe
BbICKa3biBaJu 1 ipyrue aBTopbl (Tumodeer-Pecosckuii, Pomme, 1959; Meyen,
1973; Meiien, 1974, 1975; KopoukuH, 1986; Arnold et al., 1989; Gould,
1984, 1992; Benunues, 1991; Bepr, 1993; Thomas, Reif, 1993; YaiikoBckuii,
1990, 1994; Baxpyuies, Paytuan, 1993; Roth et al., 1993; Kyuepos, 1995).

Heo6xonumocThb MOHSTHS AOTIOJNHUTEIbHOCTH BO3HUKAET TaM, TJIe H3ydaeT-
cs1 siBJIeHHe, MIPOSIBJISIIONLEECS B IBYX PA3HbIX aCleKTax, lpHUeM yxKe CYIIeCTBY-
0T CleLHaNU3UpPOBAHHbIE SI3bIKH Uil OMUCAHUST KAXKIOT0 U3 acleKTOB, U TH
s13bIKK pa3anunbl (Tesuc [. B. Kodpmana, nuuHoe coobiienue; Tak xe B: Kopou-
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kuH, 1986). Ha nonoJsiHuTe/IbHOCTD CChIIAIOTCS JI0 TEX Mop, MoKa He BbipaGoTaH
COOCTBEHHbBIH SI3bIK JJI51 OMUCAHUS UccielyeMoro (heHoMeHa.

Mexonst 3 mpecTaBJ/ieHUs 0 IONOJHUTENbHOCTH, GHOJOrHYECKOe MHOT000-
pasue (npapja, JULIb B IePBOM NPUOJHKEHHH ) CIelyeT paccMaTPUBaTh Kak Me-
pecedyeHre MHOXKECTBA «TO, YTO MOIJIO ObI MOSIBUTBCSI» C MHOXKECTBOM «TO, YTO
MOTJIO Obl BBRKHTB», T. €. KaK MOJMHOXECTBO «TO, YTO CMOIJIO MOSIBUTHCS U Bbl-
*)uth» (Raup, Michelson, 1965; Seilacher, 1974; Thomas, 1979; Gould, 1984,
1989; Thomas, Reif, 1993). O6a MHOXecTBa — croco6HOe MOSIBUTHCS U CIO-
co0HOE BBIKHTb — 3aBeJIOMO 3HAYUTENBHO LIKMpe cBoero nepeceyeHusi. C ofHOM
CTOPOHBI, LIHpOYaHlIie BO3MOXKHOCTH (POPMOOOPA30BaHUs B Npesiesiax KaxKIoro
BHJIA OYEBHUHbBI [IPH PACCMOTPEHUH MOPOJ AOMALIHUX XKHBOTHBIX U COPTOB KyJlb-
TYPHBIX PACTE€HHH, BHEIIHHE PA3JIMUHS MEXKIy KOTOPBIMH rOpasio 3HaYMTeJ bHee
MeKBUIOBbIX. C 1pyroii CTOPOHBI, PH JJOKOMOLIMH, HABEPHO, BIOJIHE aflalTHBHbI
OblIK Obl KOJIECO W TIpoMeJiep, HO HUUTO Moflo0Hoe (32 UCKoYeHHeM GaKTepH-
aJIbHbIX KI'YTHKOB) He ObIBaeT 4acCTbio OpPraHM3Ma; MepeKaTbiBaThbCsl MOXKHO
TOJILKO LLeJIMKOM, a KPblJIbsl }KHBOTHBIX BBIHYKAEHbI OJJHOBPEMEHHO BBIMOJHSTh
(DYHKLIMM HeCcyLIMX MJOCKOCTeH U BUHTA, CO3AI0LLIEr0 CUJTY TSTH.

C H3ObITOYHOCTbIO M HE3aBUCHUMOCTBIO MHOXKECTB M0 OTHOLIEHHIO JPYT
K JIPYTY CBSI3aHO MOHATHE OTpaHHueHUs (B aHIJIOA3bIYHON JIMTepaType — con-
straint). Orpanuyenue nposiB/sieTcsl B A€UCTBUH MPUUHH, BHELIHUX MO OTHOLLE-
HHMIO K paccMaTpUBaeMOMY MHOXKECTBY H He MOAUMHSIOLIMXCS 3aKOHAM, KOTO-
pole gaerictByloT B ero mnpenenax (Gould, 1989). B pesysbrate kaxablii U3
thopmoobpasyioniux ¢hakTopoB 06JaaeT CBOeH 06/1aCThbi0 KOMITETEHIIHH ¢ C06-
CTBEHHBIMH MpaBUJIaMH BbIBOjla cyeAcTBUH. [To3TOMY B TeopeTHuecKo# Mopdo-
JIOTHH CJIEICTBUEM JIOMOJHUTEJNLHOCTH SIBJSIETCS NMPUHLUMUITHANbHAS HEONpee-
JIEHHOCTb (HeroJiHoTa) JoGoro o0bsicHeHUsl. PakTHUeCKH, BCe, YTO MOXKET
JaTh camoe McueprblBaiollee MCCAeJ0BAHHE — JIBE€ NMPUYHHHO-CJIE/ICTBEHHbIE
LIENOYKH, CBsI3aHHble PETPOCNEKTHBHO, HO He B HacTosleM (puc. 9 B). Boo6-
pakaeMblil 16 TePMUHUCTCKHI SBOJIIOLLMOHHBIA MPOTHO3 MOXKET CTPOUTBLCS JHO0
Ha OJIHOH TpyrIe 3aKOHOMePHOCTeH, JUGO Ha JPYrol; He CylleCTBYeT MpPaBuJ
JIOTHUYECKOTO Mepexojia Mex1y TpyniaMu SIBJE€HUH, caydyallHbIMH MO OTHOLIE-
HUIO IPYT K APYTY.

Jlannast HeonpeaeseHHOCTb U €CTh I1aBHas npobJema, 06CyKIAEeHHIO KOTO-
poli mocBsilleHa 3Ta rvyiaBa. $1 mombiTalCh MoKasaTh, YTO CYLLIECTBYET MyTb
K CHUXKEHHIO HEOIpeeseHHOCTH: KaxK/blil KOHKPETHBIH MPH3HAK C HEKOTOPOH
CTeTNeHbIO JOCTOBEPHOCTH MOXKeT ObITb aPHOPHO OO'bSICHEH 1eHCTBHEM CeJlekK-
LMOHHOTO JIM60 MOpP(OreHeTHYeCKOro GakTopa B 3aBUCUMOCTH OT MECTa 3TOro
npU3Haka B MOp¢o-(yHKIIHOHAILHONH HepapXul OpraHu3Ma.

J1s nanbHelero u3noKeHus Heo6XoAMMo 00paTHTbCS K JBYM OCHOBHBIM
N0JI0’KEHUSIM (PYHKIIHOHAJIBHONH MOP(OJOrHH, KOTOPbIE, M0-BUAUMOMY, He HY:K/a-
10TCSl B CrelHaibHOM 000CHOBAHHM H HE UMEIOT UCKJIIOYEHHIH B OTHOLLIEHHH OMHU-
CaHUsl OPraHU3MOB: MHOXKECTBEHHOCTH COOTBETCTBHSI H MEPAPXHUHOCTH CTPYKTYP
1 dyHkiui (puc. 10). « CiiencTBUsi», BLIBOAUMbIE U3 TIPABUJ, HE SIBJISIOTCS TaKO-
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Puc. 10. O6uye npuHIMIbl GHOJOTHIECKOH OpraHu3a- A) MHOKECTBEHHOE,
uuu:  A) MHOXKeCTBEHHOE COOTBETCTBHE CTPYKTYP COOTBETCTBME
v pynkumii; b) Mepapxust ctpykryp u hyHKIHI.

®YHKUUU
BbIMH B MaTeMaTHY€CKOM ITOHUMAHHHU STOIO
CJioBa. BOOéLL[e B OMOJIOTHH U3-3a MpOHHKalO- CTPYKTYPBI
Ien BCIOLY AOMOJHUTEJSbHOCTH BPsi JIM €CTh
YTBEpXKAEHHUE, OJJHOSHAYHO JIOTHYECKH BbITE-
Karouiee U3 1pyroro, 6oJiee 06LLL€FO BbICKAa3bI -
BaHHsI. CJIeZLCTBI/Ie B 6HOJIOTHH — CKopee 110- B) HEPAPXMS
HSTHE, KOTOpOE€ 6azupyeTtcs Ha CTPYKTYPbI
06LuerH3HaHHOﬁ HCTHHE, HO 10 OTHOLIEHHIO HJIn
K HeH UMeeT ,I[063B0‘{H06 coliep2KaHue. B ra- PvHIKLHY
KOM CMbICJIE <«CJIeJCTBHE» yHOTpeéJIHGTCH

HH2XKeE.

8. 4. MHO)XECTBEHHOE COOTBETCTBUE CTPYKTYP U ®YHKLUN

Mexny dhopmoit U pyHKIHeE! HeT ofiHo3HauHO#H cBsizu (Mubuues, 1973; Ma-
gaxoB, 1980; Bopo6besa, Meiien, 1988). Dto BbickasbiBaHue OblJI0 KOHKPETH3HU-
posano C. 1. Macsosbim (1980, 1984), koTopbl#i PeIOKUI TIPUHIHUI MYJILTH-
(hyHKIIMOHANBHOCTH OPTAHOB M MHO?KECTBEHHOTr0 obecredeHns (hyHKLHUI: KaXKabli
opraH UMeeT GoJsiee ueM OfHY (DYHKLHMIO M Kaxkaast (pyHKLHs BbIOJHsIeTCsT GoJlee
ueM ofiHUM opraHom (o Tom ke cM.: CeBepuos, 1939; Kokiuaiickuii, 1980; ®abpu,
1980). Baaropapst 3TOMy COOTBETCTBUE CTPYKTYP U (PYHKIIHHA NPpHOGpeTaeT MHOXKe -
cTBeHHbIH xapakrep (puc. 10 A). V3 npuHIMNA MHOYKECTBEHHOT'O COOTBETCTBHS
BBITEKAIOT [BA CJECTBHUsI, UMelolre (pyHIaMeHTaNbHbIH Xapakrep Ajs QyHKIHO-
HaJIbHON MOP(OJIOTHH.

Cnencrue 1. OpraHusm ycTpoeH Mo TPUHUMITY aIalnTHBHOTO KOMITPOMHCCA
(Norris, Lowe, 1964; Gans, 1983, 1988; Pacuuubin, 1984, 1987): kaxknas cTpyk-
Typa paboTaet TaK, 4To6bl He OrpaHHUYUBATh (DYHKIIMOHHPOBAHHE MPOYHX YacTeH op-
ranuama. B pesysbrate Bce CTPYKTYPBI B pa3iHuHOl CTereHH cyGONTHMAJbHbI M0
(hYHKLIHSIM, KaXK1ast H3 KOTOPBIX MPeIbsIBJIsieT KOHCTPYKIIMH cOGCTBeHHbIe Tpe6oBa-
nust. [TosToMy ecrecTBeHHBIH O0TGOP pellaeT 3afady Ha KOMIPOMHCC, WM JIOKAJb-
HBIF MUHUMYM: OpPraHU3M KaK 11eJIbHbIH aHcaM6J1b (DYHKIIHOHHPYIOIMX CTPYKTYP CO-
OTBETCTBYET OJHON W3 MOTEeHUHANbHBIX SIM MTPOCTPAHCTBA BO3MOXKHOCTel. Haue,
JIOKaJIbHO OMTHMAJIeH JIUIIb OPraHHU3M, HO He €ro YacTH, B3SIThIE MO OTAEJBHOCTH.

CaencrBue 2. MHOXeCTBEHHOE COOTBETCTBHE CO3IAET IIMPOKYIO BO3MOXK-
HOCTb KOMIEHCATOPHBIX B3aUMOJeHCTBHH. B npuHLMIe, YeM cioxKHee OpraHu3M
1 ueM GOJIbILIMM YHCJIOM aKTHBHO (DYHKIIMOHHPYIOLIUX CTPYKTYP OH pacroJiaraer,
TeM GoJibllle €ro CrocoOHOCTb K (PYHKIIHOHAIBHOH KOMIEHCALMH U, COOTBETCT-
BeHHO, Jyullle TPUCIOCOBNEHHOCTb K Cpejie, MeHsolleiicss Bo BpeMeHn H/Hiu
B nipoctpaHcTBe (PacHuibiH, 1966, 1971, 1972). OnHoil 13 BO3MOXHBIX (GOpMY-
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JIUPOBOK CJIEJCTBUS 2 MOXKET CJYKHTb CJelylollasi: M3MeHEeHHs CTPYKTYp
1 (PYHKLUHIH CPaBHUTEJNbHO HE3AaBUCHMBI, T.e. MOP(O-(pyHKIIMOHAJbHASI OpraHH3a-
IUs] — He JKeCTKasl CHCTeMa; KOHCTPYKLIUS HMeeT HEKOTOPBIH JIO(T B OTHOIIE-
HUM KaXKIoH (PYHKUHH ¥ HA060pOT, yCJIOBUST (DYHKIHOHHPOBAHHUS, 3aJaBaeMble
€CTeCTBEHHBIM OTGOPOM, JOMYCKAIOT OIpe/ieleHHOro Maciitaba ceJieKTHBHO-
HelTpasibHble U3MeHeHHsT CTPYKTYp. [1o3aToMy B penesiax TakcoHa Jito6oro paH-
ra Ha6J101aeTcsi MHOKECTBO CIIOCOOOB TOCTHKEHHUST OJJHOTO (PYHKIIHOHAJIBLHOTO
peayabrata (Macsos, 1980).

Takum o6pasom, ecn cienctBre | — TPUHIMI afaNTHBHOTO KOMITPOMHUC-
ca — 3armpellaeT U3MeHeHUsT KOHCTPYKIIHH, TO CJIeACTBHE 2 — HAINpOTHB, paspe-
miaoliee MpaBuJIo; B 3TOM CMbIC/Ie 06a CJIEACTBHS 3€PKaJIbHO CHMMETPHYHBL.

8. 5. UEPAPXUS CTPYKTYP U ®YHKLUHMH

Hepapxusi — 3T0 psifi, B KOTOPOM KaXK/IbIH 3JIeMEHT BXOJHUT B COCTaB IMpebl-
JYILIETO 3JIEMEHTA U OJHOBPEMEHHO BKJIIOUAET B ceOst BCe MOCIEIyIOIIHe 3/IeMEeHThI
(Medawar, Medawar, 1983) (cMm. puc. 10 B). Mlepapxust umpoko o6ey»Kaanach Kak
acrexT 6M0JIOTHYeCKOH CJI0XKHOCTH B CBSI3U C KOHIEMIIHEH CTPYKTYPHBIX U (PyHKIIH -
OHAaJIbHBIX YpOBHeH KuBbIX cucTeM (PasBurue konuenuuu..., 1972; Tumodeen-Pe-
COBCKHUH U 1p., 1977; Riedl, 1977).

Hanoxenue cxem, onmuchbIBaIOLIMX MPUHLMI HePAPXHUU U MTPHUHLIIT MHOXKECT-
BEHHOT'O COOTBETCTBHUSI CTPYKTYP M (PyHKLHE JaeT NPUHLIHMNIHAIBHYIO cXeMy GHOJIO-
rHYecKoll opraHusaluu. B mpeesnax 3Tol cXxeMbl MOXKHO paccMaTpHBaTh pa3jidy-
Hble 3BOJIIOLMOHHBIE NTPe0oOpa3oBaHusi CTPYKTYp U (yHKUMH (Hamnpumep, [lnare,
1928; IlopH, 1937), Bnepsble cucrematuaupoBanHbie A. H. Ceepuosbim (1939)
W BIIOCJIEICTBUH MHOTOKPATHO LIMTHPOBAHHbIE W JloNoJIHeHHbIe (MatBees, 1945,
1957; Boponuos, 1961, 1967, 1989; Apwasckuii, 1968; Isapi, 1980; Kokuaii-
ckuil, 1980, 1988a, 19886, 1997; Martuenko, 1981; Yroaes, 1985; [lImunr-Hu-
esibceH, 1987; Alexander, 1988; HatouuH, 1988a, 19886; Cerepuos, 1990; Mam-
kaeB, 1991; Toienko, 1992; Swartz, Biewener, 1992; Thomas, Reif, 1993).
Bwmecrte ¢ tem, crenyst A. H. Ceepuosy (1939), ux ciieyet BocnpuHUMAaTh CKOpee
He KaK MPUHIMIIbI, a KaK criocoObl UK CJlydau, He NpHUAaBast UM cTaTyca HHBapH-
AHTHBIX 06111e6HONOTHIECKUX 3aKOHOMEPHOCTEH, MOCKOJILKY OJIHO 3BOJIIOIIHOHHOE
H3MeHeHHe OpraHU3Ma COTIPOBOZK/IAETCsST €/1BA JIH He BCEMH PA3HOBUIHOCTSIMH TTpe-
06pa3oBaHusi CTPYKTYpP U PYHKIHH.

Bce cTpyKkTypbl M Bce (pyHKIMH OpraHH3Ma MOCTPOEHbI HepapXHuecKH.
C 3TUM HeNOCpPeACTBEHHO CBsI3aH MPHUHIMI 3BOJIOLUOHHON CTAaGHIU3ALNH
dynxuuit (Kokshaysky, 1973; Kokaiickuii, 1980, 1988a, 19886): B npouecce
IBOJIIOLIMN KOHCTPYKIMSI OpraHu3Ma MeHsieTCsl TaKUM 06pas3oM, uTo GoJsiee 06-
e (YHKUUH COXPAHSIIOTCSI HEM3MEHHBIMH, B TO BpeMsl KaK HHXKHHE YPOBHH
(byHKUHOHAJIBLHON HepapXUM TIOIJIEKAT MepecTpoiike (0ueHb CXoiHa (HOPMYJIH-
pOBKa TIpUHIIMINA JUHAMHUECKOH ycTohuuBocTH B: Bopobbera, 1988). To xe
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B GoJiee 0611leil (hopmMe: Jito6asi cHCTeMa B MIPOIecce CBOEH 3BOJIIOIMU COXPaHSsi-
€T CHCTeMHOE Nofo0He, OTKJIOHSSACH OT FeOMEeTPUYECKOT0 U APYTHX YACTHBIX TH-
noB noao6us (Sahal, 1976).

DJIeMeHTbl BBICOKHX YPOBHEH B3aMMOJEHCTBYIOT ¢ GOJIbLIMM YMCJIOM JPYTHX
9J1eMeHTOB cucTeMbl. COOTBETCTBEHHO, YeM GoJiee BBICOK YPOBEHb, HA KOTOPOM
MPOUCXOUT U3MEHEHHE, TeM 0oJiee MOJHOH NepecTPOliKe MoJABEPraeTcst OpraHU3M.
Onnako B cootBeTcTBUM ¢ npuHuunom H. B. Kokiuafickoro npusnaku 6osee Bbico-
KUX YPOBHel GoJsiee 3BOJIIOLUMOHHO YCTOHUYHBBI: 3BOJIIOLMS B OCHOBHOM H36eraet
CoBepLIaTh 3HAUUTENbHble TPaHCHOPMALMU OpraHuaMoB. [103ToMy MOKHO nepe-
(hopMyJIMPOBATh 3TOT MPUHUMI CJAEAYIOLIMM 00pa3oM: BOJIIOLUS HAET TaK, YTOObI
o0lasi cyMMa M3MeHeHHH Oblila MMHHMaJibHa. MOXKHO CKasaTb, UYTO 3BOJIOLHUS
WJeT 110 MyTH MUHUMaJIbHBIX a1aITHBHBIX K3MeHeHHH MOpdO-(DYHKIIMOHAJBHOH Op-
raHuszauuu. 3HAYUT, IBOJIOLUS UMEET TPAEKTOPHIO M B CHJIy 9TOTO HE MOXKET He
ObITh HarpaBJIeHHOH (110 KpaliHel Mepe, Ha OTpejieIeHHbIX 0TPe3Kax).

®axruuecku npunuun H. B. Kokiaiickoro npeacrasisier co6oit 6uosioruye-
cKyto (hOpMyJIMPOBKY MPHHLIMIA HauMeHbluero neidctBust Moneption. HoBoe Bo3-
HUKaeT B BOJIIOLMHK T€M perKe, UeM BbILIE M0 HEPAPXHH YPOBEHb PACCMOTPEHHUS;
(bYHKIMH ¥ CTPYKTYpPbl MOTYT ObITh OueHb KOoHcepBaTHBHBI (Maiip, 1974; Lauder,
1990; Bopo6bena, 1988, 1991).

HauGosee BeposaTHOH NPUYUHON MOCTOSIHCTBA BbICLINMX (DYHKLHH SIBJSETCS
OJIHAK/Ibl JOCTUTHYTHIH alalTUBHBIH KOMIPOMUCC MEXKIy HUMHU: U3MEHEHHE B JII0-
OyI10 CTOPOHY yBeJIMUUBAET SHEPro3aTparthl U MO3TOMY B GOJILIUMHCTBE CUTyallUH
yYMEHbLIAeT BEPOSITHOCTb BblKMBaHHs. OJIHAKO «3Ta yCTOHYHBOCTb HE €CThb OTCYT-
CTBHE H3MEHUMBOCTH, a HA0OOPOT, OHA MOKOUTCS HAa U3MEHUMBOCTH, BBOAMMOHN
Bcer/a B onpesienenHoe pycio» (Llmanbraysen, 1945): agantauus npu nocTostH-
CTBEe BBICLIMX TIPU3HAKOB MpeArosaraeT H3MeHeH sl Ha HHXKHUX YPOBHSX Hepap-
xuu. 151 GuoJiora 3To COBepILIEHHO €CTECTBEHHO: BHYTpeHHee pagHoobpasue Tak-
COHAa MOXKET H3MEHSITbCSl TOJIbKO IMPH YCJOBHM COXpAHEHMsl apXeTuna; cCMeHa
MPUHUKIHAJIBHON KOHCTPYKLIMHM O3HAUaeT MOsIBJAEHHE JPYroro TakcoHa. BbIxoauT,
YTO 3BOJIOLIHOHHO-(PU3HOJIOTHIECKOE TPAaBUIIO CTaOUIM3aUMH (DYHKUMH HMeeT
OTpakKeHHe B IBOJIIOLIMOHHOH MOP(OJIOTHH B BUJIE MTPAaBUJA CTaOMIU3ALIUH CTPYK-
Typ — 3aKOHa eJIMHCTBA TUMNa, U 06a 3TH NpaBUJIa IBJSIOTCS Pe3yJ/IbTaToOM MPOsiB-
JIEHHs] MPUHUMIIA MHHUMaJsbHbIX H3MEHEHWH B OTHOLIEHHH (YyHKUHOHAJIBbHOH
1 Moposiornueckoit nepapxui. OTcroa NOHATHO, MOYEMY YHCI0 TAKCOHOB YObl-
BaeT ¢ yBeJiMueHHeM paHra. OTciofa TakkKe cjelyeT NpeeMCTBEHHOCTb (HHepLH-
OHHOCTb) IBOJIIOLMH — sIBJIeHHE BCeOOLIero Xxapakrepa, CBOHCTBEHHOE JIIoGOMY
tuny pa3sutus (Paytnan, 1988).

[Tpumepsl, npuBoaumble H. B. Kokiatickum ajist niiiocTpalny 3BOJIOLIUOH -
HOH cTaOWJ/IM3aLMH, CBSA3aHbl C BJMSHUEM aOCOJIIOTHBIX pasMepoB ocoOell Ha HMX
Mopdosoruio. K coxanenuto, BHe oOcCyxieHHs1 ocTajcs OOLIMPHBIN (TPUTOM He
MMEIOLLIMH HHKaKUX aHaJIoroB B MUPOBOH OMOJIOMMUECKOH JIHTEpaType) MOATBEPK-
JIAI0LIMH MaTepuaJsl HecKosbKo HHoro pona, nodgydennbii C. C. IlBapuem U ero
kool (1lIBapu, Miienko u ap., 1968; [sapu, CmupHos, [o6punckui, 1968;
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[Bapu, 1980), koTopble MoKasau, 4To CrelraJu3upoOBaHHble BH/IbI, 06UTAIOIIHE
B CypOBBIX ycJioBUsiX (Ha CeBepe HJIH B ropax), 1o Mopho-(hyHKIHOHAJILHBIM ITOKa-
3aTeJisiM OCHOBHBIX OPraHoB (OTHOCHTEJILHOMY BeCy MO3Ta, Cep/lia, JErKuX, eueHH,
TO/LKEJTYIOUHON JKeJsie3bl, KHUIIEeUHHKA, Touek, MO KOHIIEHTPALMH reMorjaoGHHa
B KPOBH ) OTJINYAIOTCSI MeHee, UeM CeBepHbIe U TOPHbIE MTOMYJISILHH LIHPOKO pacrpo-
CTpaHeHHbIX BHJIOB, BCTpeyarolyxest oqHoBpeMenHo Ha CeBepe u Ha [Ore, Ha paB-
HHUHe U B ropax. Hanpumep, y TopHBIX TOMyJISILHE PABHUHHOTO BHIA YBeJHYeH 00Db-
€M CepJlia, a THITMYHO FOPHBIHA GJIM3KUH BUI IMeeT cepjiile OObIYHBIX « PABHUHHBIX»
paamepoB. [To C. C. [lIBapity, H3MeHeHHe OpPraHOB, UMeIOUINX (PYHKIMOHABHbIE
CBSI3H CO MHOTMMH YaCTSIMH OpPraHU3Ma, HEBBITOIHO, TOCKOJILKY HAPYILIIAeT CJOKHB-
1IyI0Cs KOMITPOMHCCHYIO KOoOpauHaIuio. [leficTBUTebHO, MOP(hOIOTHIECKH YKJIO-
HsTIoLIMecs] TiepudepHilHble MOTMYJSIUA MeHee alanTHPOBAHbI MO CPABHEHHIO Kak
C HOPMO¥ CBOETO BHIA, TAK U C BUIAMHU-ab0pUreHaMH, HACEJISTIOIUMH Ty 2Ke TeppH-
TOPHIO. DTO MOATBEPKAAETCS TEM, UTO B HeGJIaroNpUsITHLIE TOIBI apeasl BUa CKHU-
MaeTcsi K IIeHTPY; TIePBLIMH BLIMUPAIOT KpaeBble (hOpMBI.

[To C. C. lIBapity, 60/ee 3ppeKTUBHBI TPUCTOCOOEHHUS KIETOK U TKaHeH
(T.e. U3MeHeHHs] HA HHU3KOM YpPOBHE HepapxHvH): WHble BapHaHTbl (pepMEeHTOB
M CTPYKTYPHBIX GJIKOB, Ipyrasi HOHHast cpela KieTok. K3aMeHeHue TKaHel MPHUBO-
JIUT K BO3HUKHOBEHHIO TKAHEBOH HECOBMECTHMOCTH H, KaK CJIEICTBHE, — K Pernpo-
JYKTUBHOF H30JISILIMH, KOTOPast sIBJSIETCS, TAKAM 06pa3oM, pPe3yJsibTaToM, a He TIpU-
YHHOH BHI006pa30BaHusl. B HTOre MOSIBJSIETCS] HOBBIM BHJ, OTJIHYHLIH B MeJIKHX
NpH3HaKax, HO He B UepTax POJIOBOTO apXeTHra. XapakTepHo, UTO POJOBOH apxe-
THII, TIPEJCTABJIEHHBIH COOTHOIIIEHHEM pPa3MepPOB OCHOBHBIX OPraHOB, HapyIlIaeTcs
B HauaJie 3/1eMEHTapHOTO SBOJIIOIIMOHHOTO H3MeHeHHs1, KoTa y rpym ocobeit, o6H-
TAIOIIMX B HETIPUBBIYHBIX JJIs1 TAHHOTO BHIA YCJIOBHUSIX, YBEJIMUMBAETCSI 06bEM CepII-
1a v neuenu. OHAKO 3aTeM CTaGUIU3UPYIOLIHI 0TGOP BOCCTAHABIMBAET KOMITPO-
MHCCHOe 3HayeHHe 3STHX pa3MepoB, 3aMeHsisi Mop¢o-(pyHKIHOHANbHbIE
NPUCTIOCO6JIEHNST TKAHEBBIMH.

Pa6otsl H. B. Kokmatickoro (1988a, 19886) u C. C. lBapua (1980), no
CyTH, pa3jindyaloTcsi JUILIbL PAHTOM paccMaTpUBaeMbIx TakcoHoB: y LlIBapua — mo-
MyJISIUAA ¥ BUIOB, y KoKialickoro — ceMelCTB U OTpsioB. K3BecTHBI U fpyrie
noxprBepxkaaioiine npumepsl (LaBarbera, 1990; Hukonaituyk u np., 1991). Brigo-
bl BO BCeX CJIydasix OAMHAKOBBI: TPH 00pa30BaHUK HOBOTO TAKCOHA OCTAIOTCS He-
M3MEeHHBIMH OCHOBHBIE UepPThl OpraHu3alyi. AfanTaldsi K HOBLIM YCJIOBHSIM JIO-
CTUTaeTcsl MyTeM H3MeHeHHsl vacTeill, HMEIOUIMX MeHblllee 3HaUeHHE [Jisl
opraHu3Ma B EJIOM.

8. 6. BO3MO)XHbIIi CNOCOB CHU)XEHUS! HEONPEJAEJIEHHOCTH

PaCCMOTpeHI/Ie MHO2KE€CTBEHHOI'O COOTBETCTBHUS HaA CbOHe I/IepapXI/I‘JECKOI;I op-
rannsalyv NpuBOAWT K BbIBOAY, YTO YEM 60Jiee BbICOKHH YPOBE€Hb HE€PAPXHUH 3aHU -
Maert (pyHKU,I/IH, TeM 6oJiblee YUCJI0 aJanTUBHBIX IMPU3HAKOB HECYT BbIINOJIHSIIOLLIHE
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ee CTPYKTYpbl. UeM HHKe 10 HepapXHd — TeM (hopMa CTPYKTyp Ge3passindHee st
or6opa. Ha HIKHUX YPOBHSIX TPUCYTCTBYIOT B LIEJIOM HealaNTHBHbIE U IayKe aHTH-
alanTHUBHbIE CTPYKTYPBI M hyHKIMH. HamnpoTHB, 1o OTHOIIEHHIO K BEPLIHHE Hepap-
XHH — (DYHKIHOHANBHBIM CHCTEMAM — YacTO CIPABEIJINBA KOHIEMIIHsST CHMMOp-
do3za  (symmorphosis):  CTpPyKTypHble = MapaMeTpbl  TOJOTHAHBbI  TOJ
ynkiponanbHble TpeGoBanusi (Weibel et al., 1991); cTpykTypbl opraHu3oBaHbl
TaK, YTOObI COOTBETCTBOBATh MAKCHMAaJIbHBIM TOTPEGHOCTSIM, HO He MPEeBBILIATh X
(Lmuar-Huenbcen, 1987; Alexander, 1988); cTpykTypbl (hyHKIIHOHAJIBHO ONTH-
masibhbl (1LIBapi, 1968; Posen, 1969; Jean, 1978). Dta Touka 3peHus XOpOIIO
MOJTBEPKIAeTCs IAHHBIMHU 110 JibIxaTesibHOu cucteMe ntull (Liem, 1988) u nouru
JOOBIM >KMJIKOCTHBIM TPAHCIOPTHBIM cucTeMaM »kKuBoTHbIX (LaBarbera, 1990).
B cyuHoctH, Bee ynauHble (1 yIaBIIHecs He MOJHOCTLIO H3-3a CYGONTHMAILHOCTH )
TIOMBITKH CBSI3aTh aJIIOMETPHYECKUMH 3aKOHOMEPHOCTSIMU TJIaBHBIE CTPYKTYPHO-
(hyHKLHMOHAJIbHbIE TTOKa3aTeJM XKHBOTHBIX U pacteHuil (D’Arcy Thompson, 1942;
Reeve, Huxley, 1945; Colbert, 1948; White, Gould, 1965; Gould, 1966, 1971;
McMahon, 1973; Kodwman, 1981a, 19816, 1986; Honbhuk, 1982; Swartz,
Biewener, 1992; Heinrich, 1993) cBuneTeIbcTBYIOT B M0JIb3Y THIIOTE3bI CUMMOP-
(ho3a: cHCTEMBI OPTaHOB PabOTAIOT B pexkuMe, GJIU3KOM K ONITUMAIbHOMY, TaK UTO
M3MEHHTD 3TOT PEXKUM HeJIb3sl; BECh OPraHU3M KaK pe3yJibTaT CTaOUIH3UPYIOIIero
ot6opa JIOKaJIbHO ONITHMaJIeH, T.€. H3MeHeHHe ero OCHOBHBIX TAPaMeTPOB B JIIOGYIO
CTOPOHY BeJIeT K TaJleHUI0 aTanTHPOBAHHOCTH.

Heo6xonumMo oTMeTHTD, UTO caM (paKT HaJHYHs aJJIOMETPUUECKOH CBSI3H Ma-
pamMeTpoB He MOXKeT ObITh BbIBEJIEH HEMOCPEICTBEHHO U3 YCIOBHST ONTHMAJIBbHOCTH
(Kodman, 1986). Onnako ocraetcst cieyioliiee paccyxjieHue: Jiobas aJjioMeTpust
paBHOCHJIbHA CYIIECTBOBAHHIO HEKOTO T10106HsI, KOTOPOE 03HAYAET, UTO B XOJIe U3-
MeHEeHHH YTO-TO OTpe/ie/ieHHOe B OpraHu3Me COXpaHsieTcs, T. e. ycToiunso. [1po-
Il[e BCETO JIOMYCTUTh, YTO MPUIHHOH YCTOHUUBOCTH 3TOTO «UET0-TO» SIBJISIETCS €70
ONTHMAJILHOCTb, T.€. COOTBETCTBHE JIOKAJILHOMY MUHHMYMY.

310:keHHOE TTOKA3BIBAET, UTO B XOJI€ IBOJIOLHMH COXPAHSIIOTCS OTHOCHTEb-
HO MOCTOSIHHBIMM HauboJiee CYLIECTBEHHbIE 1T0KA3aTe/H TJIaBHbIX (DYyHKLUHOHAJb-
HBIX CHCTeM. AflanTalys K HOBBIM YCJIOBHSIM JIOCTHTaeTCsl 10 GOJbIeH YacTH H3Me-
HEeHHEeM CTPYKTYyp Ha HIDKHHX CTyTeHsX Hepapxduu. DyHKIMH 3THX CTPYKTYp
MHOTOKPATHO IyGJIUPYIOT APYT Apyra, MO3TOMY KOHKpeTHast (hopMa HU3ILHX CTPYK-
Typ He HMeeT GOJILLIOrO 3HAYeHMs JJIsT BBLITOJHEHHs] TOH WM MHOH (DyHKILIHH Ha
YpOBHe 11eJ10r0 opranuama. [1o 3Toil mpuunHe co6cTBEHHAsT JIOTHKA SMOPHOHAIb-
HBIX MIPOIIECCOB MPOSIBJISIETCS] HA HU3IIUX YPOBHSIX, B TO BPeMsl Kak BJHsIHHE 0T6GO-
pa cka3blBaeTcsi B OCHOBHOM Ha BEpPXHHX YPOBHSIX MOP(o-(pyHKIMOHAJILHOH He-
papxuu. B pesysnbrare TpH3HAKH BBHICIIUX YPOBHEH («TO, YTO COCTOHTY)
0OBSICHSTIOTCST TTPEUMYIIIECTBEHHO KaK aflaliTallii, TOTIa KaK YacTHbIe YepThl («TO,
M3 Uero COCTOMT») TIOJIydaroT cKopee MopgoreHeTHIecKoe TosKoBaHHe. CKa3aH-
HO€ XOPOIIO COOTBETCTBYET IaBHEMY T€3UCY, UTO IIPU3HAKH KPYIHLIX CHCTEMATHYe -
CKHUX eJIMHMIL Yallle aflanTuBHbI, yeM Meskux (HerBepukos, 1926; [lImanbrayseH,
1983). Beapasznnunble npu3Haku HUKOT/A He BXOASAT MPOYHO B OPraHU3alHIo JIaH-
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HOH (bOprI; 10 Mepe 3BOJIIOLIMH OHU HE CTAHOBSATCSI YEPTAMH, XapaKTEPUIYIOLLTUMH
OoJsiee KpylnHbl€ TAKCOHOMHYECKHE €IUHHUILbI.

8. 7. AprymeHTbl 3A u [TIPOTUB

3102k HHBII B3IVISIL TOATBEPKAAETCS TAHHBIME 110 CPABHUTEBHOH (QyHKIIH -
OHaJIbHOH MOP(OJIOTHH JIeTaTeJLHOTO arfapaTa HaCeKOMBIX: HaleXKHOe CeJIeKIHO-
HUCTCKOe OObsiCHEHNE UMEIOT MPU3HAKH (PYHKIMOHAJIBHON CHCTEMBI (KOJIHIeCTBO
KPBLJIbEB, X COOTHOCUTEJILHBIE pa3Mep U XapaKTep B3aUMOJIEHCTBH S BO BpeMs 10-
gera) (Iponuuukuii, 1994; Grodnitsky, 1995, 1999), Torna kak jetajn CTpoeHHs
CaMUX KpPblIbeB G0JbliIeil 4acTblo He yaeTcs HCTOJKOBATh KaK ananTtuBHble (Ipox-
Huukuii, 1995).

Bmecre ¢ TeM, MOXKHO YKa3aThb U JiBa SIBHBIX IPOTHBOPEUHs], OTBETHTb Ha KO-
TOpPble MOYKHO JIULIb TPUGJH3UTENbHO. [lepBoe COCTOUT B TOM, UTO «...TOBOPHTb
0 MHHMMAJIbHOCTH M3MeHEeHHI Ha BePXHHX YPOBHSIX OpraHu3alliH, MOXKHO, JIHLIb
3Hasl, KaK OTJIMYUTb BEPXHUE YPOBEHb OT HIKHero. [1o1xonoB K nepapxuu (pyHKIHHA
He BHJIHO, KPOMe OJIHOTO: UeM yCToiunBee (DyHKIHUS (9BOJIOLIHOHHO H TAKCOHOMH-
YeckH, T.e. 4eM 6oJiee 3aKOHOMEPHO ee pacrpe/ie/ieHHe 110 CUCTEME ), TEM OHA BaXK-
Hee JIJ1s OPraHU3Ma, U TeM BBl ee paHr. B pesyssrate, paHr GpyHKLIHH ONpeesi-
€TCs1 C TIOMOLIBIO TPUHIUNA MUHUMAJILHOCTH, a [TOTOM CHCTEMOI TeX »Ke paHroB Boi
€ro TIbITaeTech MOATBEPAUTb, — U MoJsydaeTe nopounblil Kpyr» (A. 1. PacHuupiH,
JINUHOE COOO1IeHHE ).

JleficTBUTENbHO, pas/nyeHHe ypoBHeH MOpdo-(pyHKUHMOHAILHOH Hepapxuu
MHOTO TIPOLIe B TEOPHH, UeM Ha NpakTuke. [losaraio, uto 6oJiee 3HAYUMBbI B 3TOM
OTHOILIEHUH TPU3HAKH, OIMHCHIBAIOLIMe (ByHKIHOHANbHbIE CHCTEMBI U OPraHU3M
B LIeJIOM — MapaMeTpbl B3aUMOCBSI3H YacTed (sl TIPUMEPOB MPHUBEIEH BBILIE ),
NPHU3HAKH, OMHOBPEMEHHO OTHOCSIIIMECS K IBYM U GoJsiee opranam. Mcxonsi u3 us-
JIO)KEHHOTO, He CTPaHHO, YTO MPH BHYTPUTPYIIIOBOM CPAaBHEHWH 3TH TPU3HAKHU
OKasbIBaKoTCsl 6osiee CTabUJIbHBIMH, OOLLMMH /ISl BCEX YI€HOB TAKCOHA H COCTaB-
JISIIOT apXeTHIT 3TOr0 TakcoHa. To XKe MOACKA3bIBAET OIBIT CHCTEMATHKH U (hHUJIOTe -
HeTHKH, Tie GOJIbIIMI BeC TPamMUUMOHHO NPHUAAETCS CJIOXKHBIM veptam (Matip,
1971): ocHOBHO¥ CTPYKTYype rJIaBHbIX OPraHOB WK THIy cuMMeTpu (Jlto6apckui,
1991; Rasnitsyn, 1996). Kak 66l To HU 6blJI0, €c/iM ClIpaBeYIMBO BbICKA3biBaHHE
«1eJioe GOJIbllle CyMMBI €r0 yacTeil», TO TOBOJBLHO OUEBMIHO, YTO CYIIECTBYIOT
co6CTBEHHbIE TPU3HAKH LIEJIOT0, He 3aBUCSIIIME OT PU3HAKOB YacTeil; 0 HUX U LL1a
peub B JaHHOH IJIaBe.

DyHKIHST MOPGhOJIOrHIECKOH CTPYKTYpPbl — 3TO B3aUMOJEHCTBHE C JIPYTHMH
CTPYKTYPaMH WJIH CO cpenoil obutanust. [103ToMy npusHaku KOHCTPYKLHMH, 3af1at0-
1IMe KOOPIUMHALUIO OPraHOB, MO OIpeeseHdt0 (GYHKIMOHAIbHBL. DyHKIHH Ha
ypOBHe OpraHuMaMa BCerja ananTHBHBI (CMOCOGHOCTb MUTAThCsl, TepeMeliaThes,
pasmHOKaThes1). OTcroa clielyeT, UTO YeM BbIllle PAHT TaKCOHA, TeM B GOJIbILeH
CTeTeH! OH OTpeiesisieTcsi (hyHKIMOHATBHBIMU YepTaMH: OTPsI/ibl HACEKOMBIX KJlac-
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CUHIMPYIOT 10 (PYHKIHOHAJBLHBIM CHCTEMaM — POTOBBIM H KPBIJIOBLIM armapa-
TaM, a LLApPCTBa KUBOTHLIX M PACTEHHH pa3/ndaroTcst PaKTHIECKH TOJIBKO TI0 CIIO0-
co6y MUTaHUsI; OITOMY COBIajleHHe MeraTakCOHOB C KU3HEHHBIMH (pOPMaMH Bbl-
TJISTIUT BIOJIHE €CTECTBEHHO M, Ha MOH B3IJIsII, He SIBJISIETCS HEIOCTAaTKOM
MMeIOLIeNCsT CHCTEMbI JKHBOTO MHpa (CM. TIPOTHBOIOJIOXKHOe MHeHHe B: KycakuH,
Hposnos, 1994).

Onnako (yHKUIHOHANBHO-MOpPoJIoTHIECKast K TAKCOHOMHYEeCKasi HepapXuu
COBIAZIAIOT He TIOJHOCTLIO. DTO CBSI3aHO C HAJIMYMeM MOpP(OJIOTHIECKHX TTPHU3HA-
KOB, 0OHAPYKUBAIOLLUX CPABHUTEJBHO MPSIMYI0 3aBUCUMOCTb OT IVIaBHBIX Mapa-
METpOB apXeTHIa ¥ B CHJIy 3TOTO JOCTATOYHO YCTOHYMBBLIX JUIl HCIOJIb30BAHHUS
B cucTeMaTnKe. Hanpumep, Tenaon3omupyroni MoKpoB Tesla MTUll, MIIeKOTIHTa-
IOLIUX U 6a60ueK — cJieJICTBHE CITOCOGHOCTH MOJIIE PAKUBATH TIOCTOSTHHYIO TeMITe-
paTypy TeJia; MOKPOB HAJEKHO CBsI3aH C TAKCOHOMUUYECKOH TPUHAJIEXKHOCTBIO,
XOTsI MOP(OJIOTHIECKH OH — BCero JHIIbL TPOHU3BOAHAsT KOpUyMma (Y Haceko-
MBIX — THITOJ€PMBI ).

Hanwnuue nepBUYHBIX (2pXeTHITHUECKHUX ) M IPOU3BOJHBIX TIPU3HAKOB — HCTOK
pa3HHUIILI MeXKIy KJIacCH(pUIMPOBAHHEM M JUarHOCTUKOH. [lepBasi 3ajava cioxHa
¥ TPAHUYUT C HCKYCCTBOM, MTOCKOJIbKY CBsI3aHa C pacrio3HaBaHHEM CJIOKHBIX 06pa-
30B. [TosTOMy GBIBAIOT «cHCTeMATHKH OT Gora». HampoTus, nquarnos Becerna 6asu-
pyeTcsi Ha OTYETJIIMBBIX M JOCTATOUHO OUEBUIHBIX TPU3HAKAX, KOTOPbIE TAKXKe IBO-
JIIOIIMOHHO YCTOMYMBLI, HO TIPH 3TOM He BXOJST B apXeTHI M MO3TOMY He MOTYT
paccMaTpHBaTLCS M He pacCMaTPHBAIOTCS KaK MOATBEPKIECHHE UM OTIPOBEprKeHHe
TIPUHIUTIA MUHUMAJIBHBIX H3MEHEHHI.

Bropoe cyliecTBeHHOE BO3paKeHHE: B COOTBETCTBMH C MPHUHLMIIOM MHHH-
MaJIbHBIX H3MeHeHHH, CTPYKTYpbl HI2KHUX YPOBHEH HepapXuH JIOMKHBI ObITh pasHO-
o6pasHee, TIOCKOJIBKY TOJIHEE TIEPECTPAUBAIOTCS B XO/le KaXKIOTr0 aKTa IBOJIIOLHH.
C oftHO¥I CTOPOHBI, 3TO TIOATBEPXKIAETCS TKAHEBOH HECOBMECTHMOCTDIO axKe 6JIH3-
KX BUIOB. C JIpyro#l CTOPOHLI, 06111asi OpraHU3allst XKUBOTHBIX TKAHEH 3aMeTHO
6oJsiee oiHOOOpa3Ha, ueM dayHa (3aapaun, 1934, 1950, 1953): rpy6Go rosopsi,
KOJIMIECTBO TKAHEBBbIX Pa3HOBHAHOCTEN COMOCTABUMO C YHCJIOM MAaKpPOTAKCOHOB,
HO He CPeIHUX U MeJIKUX rpymil. [Tyt mpuMHpeHHst ¢ TaHHBIM TPOTHBOPEUYHEM B Ha-
cTosilee BpeMsi He sicHbl. MOXKHO JIMLIb OTMETHTb, YTO C MO3ULUH PA3BUBAEMOrO
MoJIXo/la He BBINJISUT NpHeMyeMbIM yTBepKieHne A. A. 3apapsuna (1950, 1953)
0 «eIMHCTBe (POPMBI U (BYyHKILIHH», O3HAYarollee HeOOXOAUMOCTb «(PYHKIMOHAJb-
HOTO COOTBETCTBHSI MEXaHUUECKHM yCJOBHSIM» H, KAK MOXKHO MOHMMATh, CTAHOB-
JieHHe HeM3MeHHO OJIHOM (hOPMBI ITPH JAHHOMN (PyHKIIHH. BO3MOXKHBIH BBIXOJ U3 BTO-
poro mnporuBopeuusi npepnoxen [. HO. Jlio6apckum (nuuHoe cooGlieHue):
CTPYKTYPbl HH2KHHUX YPOBHeH GoJsiee TIPOCTBI M MOITOMY pacroJiaraloT MeHbIINM
YHCJIOM JIOTHUECKUX BO3MOKHOCTEN: YacTo TlepecTpanuBasich, OHHM OCTaloTCst GoJiee
TMOXOXKUMH JIPYT Ha JIpyra Mo CPaBHEHHIO CO CJIOKHBIMH CTPYKTYpaMH BepXHUX
YPOBHeH, KOTOpble MEHSIIOTCST CPABHUTENLHO PEIKO, HO HoJiee CYIIECTBEHHO.

Pestomupyem conep:kanue ryaBbl. CTaHOBJeHHe (OPMBI XKUBBIX CYIIECTB
yIpaBJsieTcsl OIHOBPEMeHHO MOp(OreHeTHIECKUMH U CeJIEKIIMOHHBIME MeXaHH3-



106 Yacrs 3. MPUJOXKEHUS SMUTEHETUYECKOW TEOPUU 3BOJIIOLIMU

MaMH. DTH iBa pakTopa He 3aBUCST APYT OT Apyra B XOJe KaxKJI0ro 3BOJIOLHOH-
HoOro WaMeHeHus. HesaBucumocTb dopmoobpasyrolinx hakTopoB co3naeT Heo-
npesie/IeHHOCTb B 00bSICHEHUH TIPUYHH JII0OOr0 3BOJIOLIHOHHOIO HOBOOGPA30Ba-
HHU$1, MOCKOJIbKY HUKOTJIA HeJlb3sl TOUHO yKa3aThb, KAKOr0 Pojia 3aKOHOMEPHOCTH
ornpeaesuan 00JHK JTaHHOH MOpgoJorHieckol cTpyKTypbl. OHaKO Ha OCHOBA-
HUU cOOOpaKeHUH, MPUBEIEHHBIX B JaHHOH TJaBe, MOXKHO MpeanoJararb, 4To
CTPYKTYPbl BBICOKMX ypPOBHeH MOpP(oJsiorHueckoil nepapxuu OoJbluel 4acTblo
OOBSICHSIIOTCS JIEHCTBHEM €CTeCTBEHHOr0 0TOOPA, a CTPYKTYPbl HU?KHUX YPOBHEH
— 5MOPHOHAJILHBIMU 3aKOHOMEPHOCTAMHU. DTO MOJ0KEHHE HMEET UCKIIOYeHHS,
MO3TOMY €ro HeJlb35l pacCMaTpUBaTh KakK HenpeJsoxHoe npaBuso. B To ke Bpe-
Msl, OHO MOKET HaWTH MPUMeHEHHe MPH BbIABHKEHUH paboyux rurnores: oObsic-
HeHHe /151 TPU3HAKOB, ONUCHIBAIOLIMX CTPOEHHE LEJIOT0 OPraHu3Ma, cieyeT ue-
KaTb Mpexae BCero B 0OCOOEHHOCTAX (PYHKUMOHHPOBAHHSI U 00pasda KHU3HH.
OO0bsicHeHHe CTPOEHHS YACTHBIX JleTaliell MOXKeT ObITh cKopee (HO He 00s13aTesb-
HO) HailileHo cpead MopdoreHeTHYECKUX 3aKoHoMepHocTel. [lpeyioxKeHHbIN
MOJIXOJL MOXKET MOCIYKUTb COEpeKeHHI0 BpeMeHH, He0OX0AUMOTO /151 TPOBEPKH
MeHee BEPOSITHBIX THITOTE3.
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«Evolution is lazy, and once
it discovers ways of making
Jorms it sticks to thems

Wolpert et al., 1998

MHO0XeCTBO CTPYKTYp, 06pa3yeMbIX }KMBbIMH OpraHH3MaMH, Ha3bIBaeTcst OU-
OJIOTHYECKHM pa3Hoo6pasneM. bropasHooOpasue u3yyaloT Ha ypOBHE Te€HOB, TaK-
coHoB W 3KocucTeM (Allaby, 1994). MccrenoBanusi Ha TAKCOHOMHYECKOM YPOBHE
MCTOPUYECKH MEPBUYHbI U 3aKJIIOYAIOTCS B OTMHCAHUU BHIOB U CBEIEHHH HX B 06-
utyto cucremy (Wilson, 1988; Mopnkosuy, 1994; Anumos u ip., 1996). Paspa6or-
Ka CHCTeMBbI OPraHU3MOB — BaKHeFIlasl YacTh UCCJIeIoBaHUi GHOPa3HO0OpasHsl.
Bwmecte ¢ TeM, HcueprnibiBatoLlast Nepenueh U cucTeMaTuaauust guiopbl U hayHbl e1-
Ba JIM BO3MOXHA. Bo-TepBbIX, MOTOMY UTO OCHOBHOEe GOJILLIMHCTBO BUIOB TIpe-
CTaBJIEHO OYeHb MaJIbIM YUCJIOM ocobell. Bo-BTOpBIX, MOTOMY UTO CTPeMUTEJbHOE
npeo6Gpa3oBaHue IPUPOJIBI MOJ BAUSTHHEM aHTPOTIOT€HHOTO H APYTHX (PaKTOPOB BbI-
3bIBaeT BLIMHpPAHHe OHHMX BUIOB M, KaK MOXKHO TIpeAroJiaraTb, BOSHHKHOBEHHE
npyrux. Kak cienctsue, pasHoo6pasrie TaKCOHOB H3MeHsieTcst ObICTpee, UeM HIeT
VX u3yueHue. Jlazke ecsiv ofHaXKIbl OylleT COCTaBJIeHA TTOJIHAS e PEITHUCD KHBBIX CY-
LLIECTB, TO TAKOH CMUCOK OBLICTPO MPeBpaTHTCS B «(oTorpaduio Ha NaMsTh».

BeuHoe n3MeHeHUe »KHBOH MPHUPOABI 3aCTaBJsIET HCKATh HeH3MEHHbIe (HJIH
CPaBHHUTEJIBHO HEH3MeHHbI€e ) TPU3HAKY U MPaBUJIa, IPUTOJHBIE JUIs OMTMCaHHUsT GHO-
JIOTHUECKOT0 pasHoo6pasusi. [IpeanosokeHne o CyIIeCTBOBAHHH HEKHMX 3aKOHO-
MepHOCTell, B COOTBETCTBHU C KOTOPBIMU MIET 3BoJtols, BeickadaHo JI. C. bep-
rom (1922) B Busie runote3nsl HoMoreHe3a. B 3ol ryiaBe s momnbiTatoch 1Mokasarh,
YTO HOMOTeHeTHUYeCKoe OrHcaHue GHOPa3HOO0OGpPAasUst — He YTOIMHST: SBOJIOLHUOH-
Hble TPe0OpPa30BaHUs KUBBIX CYIIECTB MIYT M0 OrPAaHHYEHHLIM TpaekTopusiM. Kak
6yner BuuHo, MHenue JI. C. Bepra o HEeCOBMECTHMOCTH THIOTe3bl HOMOTeHe3a
¥ KOHLEMIUK eCTeCTBEHHOro 0T6Opa He TIOATBEPKIAETCS: STUTeHeTHIeCKasl Teo-
pHsT SBOJIIOLIMH JIOTTyCKaeT CoYeTaHHe ABYX MOJIXOMOB.

9. 1. ONMCAHUE MOP®OMPOCTPAHCTBA

Eciu B HEKOTOPOM MHOXeCTBe U3 J1I0OO0H Mapbl 3J1€MEHTOB OJIMH 3JeMEHT
Tpe/IIecTBYeT IPYroMy Mo HEKOTOPOMY NapaMeTpy, TO TaKOe MHOYKECTBO Ha3bIBa-
10T yrnopsiiodeHHbIM (MaTemaTnueckuit..., 1995). YrnopsijioueHHOe MHOXECTBO
(heHOTHIOB, BXOMSILIUX B JNAHHBIH TaKCOH, TPeACTaBJjsieT cOOOH MPOCTPAHCTBO
MOpOJIOTHYeCKUX COCTOSIHUI 3TOro TakcoHa. B 3ananHoii uteparype ynotpe6-
JisieTest yoOHbIH cuHOHUM morphospace (Goodwin, 1997), unu MmopdonpocTtpan-
ctB0. OTedecTBeHHble GUOJIOTH Yallle MCTOJb3YIOT TEPMUH NAPAMeMPULecKAs
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cucmema (benoycos, 19756; Jlio6uuies, 1982; Yaiikosckuit, 1990). B aToit xe
cesizu . A. 3aBapsun (1974) roBoput 0 npocmpancmse A0euteckux 803MON -
Hocmell.

MopdonpocTpaHcTBo ¢hOpMHPOBAHHOTO TAKCOHA MPEICTABJIEHO ONpe/ieieH-
HbIM KOHEUYHbIM HaOOPOM JUCKPETHBIX (heHOTHNIOB. OrpaHHYeHHOCTb Yucia GeHo-
TUIMOB 0ObSICHSIETCS TEM, YTO H3MEHUMBOCTD M0 JII06OMY TIPU3HAKY UMEET MpeJiedbl.
CiriefoBatTesibHO, BCE BH/IbI TAKCOHA HAXOASATCS B OrPaHUY€HHOM 00beMe N-MepHO-
ro MPOCTPaHCTBa, Ile N — KOHEYHOe YUCJIO MPU3HAKOB, HCTOJb3yeMbIX ISl OMH-
CaHusl JaHHOTO TaKcoHa. JIMCKPETHOCTb (PEHOTUTIOB OObSICHSIETCS TEM, UTO IBOJIIO-
LMl TAKCOHA HEH30€XKHO COMPOBOXKIAETCS alaTHBHON pajiMalueil — BeTBJEHHEM
JIMHHH, CBA3AHHBIM CO Clielyasu3alyedt rpynn Ha 3KCIJyaTalld TOH MW HHOH
pa3HOBUAHOCTH pecypca, U BbIMUpPaHHEM MPOMeKyTouHbIX Gopm (HepHbix, 1986;
Jlxunnep, 1988; Mopnanckuit, 1994; Rasnitsyn, 1996). MubiMu ciioBamu, npouc-
XOIUT CO3peBaHME TAaKCOHA — POCT MPOCTPAHCTBA BO3MOXKHOCTEH M pasOueHHe
€ro Ha He nepekpbiBatolyecs sueilku. Ato orBevaet unaee H. B. Tumodeena-Pe-
coBckoro (1995) o kBaHTyeMocTH MOP(OJIOrHUeCKOH U3MEHUMBOCTH.

Bwmecre ¢ Tem, iuBepreHuus ¥ pases cpesibl (06pa3oBaHHe HOBBIX siUeeK) He
MOTYT UATH GeCKOHEUHO 10 JIByM NpuurHaMm. Bo-nepBbix, uncio ocobed B JitoGoit
NOMYJISILIMKA He MOXKET MajaTh HUXKe HEKOTOPOro MeHbliero npeaena (Kuanecrno-
co6HocTh nonyJssiuyid, 1989); 3akpuTHUecKoe yMeHbllIeHHe YHCJIEHHOCTH BeJIeT
K BbIMHpaHuto. [Ly1s nojiep:KaHust XKU3HeAes Te/IbHOCTH MHHHMAJIbHOTO YHC/1a 0CO-
6eil HeoOXOAMMO onpe/ieJieHHOe KOJMYeCTBO A0CTYMHON sHepruu. Bo-BTopbIX, pe-
cypcbl oGO0 5KOCHCTeMbI orpaHHueHbl. [103ToMy 9KOCHCTEMY MOXKHO pPa3nesuThb
TOJIBKO Ha KOHEYHOE YHCJIO s1U€eeK (MM peanu30BaHHbIX SKOHHIL ), KAaxXKasl U3 KOTO-
pbiX 06J1a1aeT X0Ts1 Obl MUHUMaJIbHOH «9HEPTrOEMKOCTbIO.

Cefiyac cylIecTBYIOT NpUMepbl ONMUCAHWH MPOCTPaHCTBA MOPHOJIOTHUECKHX
BO3MOXKHOCTEH ISl CPABHUTENLHO MPOCTBIX croco60B opmooOpasoBanus (Raup,
Michelson, 1965; Raup, 1966, 1967; 3aBapsun, 1974; Benoycos, 19756; Lutz,
Boyajian, 1995; Dommergtues et al., 1996; Saunders, Work, 1996; Oloriz et al.,
1997; Tursch, 1997, Aldridge, 1998); GoJiee cioxKHbIE CiTydan 3aMeTHO MpoGJiema-
tuuHee (Gould, 1984; Thomas, Reif, 1993). Hanpumep, netanbHblii aHalIu3 pucyH-
Ka Ha KPbIIbSIX UELLyeKPbIIbIX HACEKOMBIX IaJl BO3MOKHOCTb MOCTPOUTD [TPOCTPaH-
CTBa, ONHCHIBAIOLIME OPraHU3alllio pa3HooOpa3usl JiMlIb B Mpeaeax OTAeNbHbIX
pOJIOB, TOIA KaK OMUCAHHE MPOCTPAHCTBA BO3MOXKHOCTEH Ha ypOBHE CeMEHCTB
1 oTpsiia okadasoch HeBo3MoxKHbIM (Nijhout, 1991).

MeTogo/0rHs onMcaHUsl TPOCTPAHCTBA BO3MOKHOCTEH BOCXO/IUT K ITPE/ICTaB-
Jgenuto . [1. Kona o pa3BUTHM HOBBIX NPU3HAKOB MyTEM YCKOPEHHS UJIH 3aMejlie-
Hust pocra ctpykTyp (Cope, 1887). OTciona 6epet Hayasio Teopust TpaHCpOpMAaLHit
JI'Apcu Tomncona (D’Arcy Thomson, 1942): nockosibKy npeo6pasoBatne Mopgo-
JIOTHH OCylIecTBJIsIeTes 3a cueT AnddepeHHasbHOTO pocTa, TO OpraHu3Mbl o106+
Hbl B MaTEeMaTHYECKOM CMbICJIE; HX KOJIHYEeCTBEHHbIE PU3HAKH CBSI3aHbI aJlIOMET-
pPHYECKUMH 3aBUCUMOCTSIMM H MOTYT OBbITb pasMelleHbl BJOJb OINMpeleseHHbIX
Junuit, xoropole J['’Apcun TomricoH HazBas TpaeKTOPHSMH TpaHC(HOpMAIUH.
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Ara paboTa MoJIOXKUJIA HAUyaJo MHTEHCUBHOMY HCCJIEIOBAHUIO KOJIHYECTBEHHbIX
3aKOHOMEPHOCTEH, OMUChIBAIOLLKX (POPMY M (DYHKLLMOHMPOBAHHE YKUBbIX CYLIECTB;
cefiuac akT UX MoaoOusi APYyr APYTy CUMTAeTCsl IaBHO M HAJIe’KHO JIOKA3aHHBIM
(cMm. knaccunueckne 063opbl: Huxley, 1932; Reeve, Huxley, 1945; Gould, 1966).

CJienytoluii ar B pa3BUTHH 00LLEH NpoLieypbl OTUCAHUS MOP(ONPOCTPAHCT-
Ba 6bl1 ciesian C. B. Meitenom (1974, 1990; Meyen, 1973), npeyioxkuBIIUM OYeHb
MHOro ofellatollyto KoHLenuuo pedpero. Kaxplil pedpen npeacrasJseT co6ok
psiL MOPOJIOTHUECKHX COCTOSIHUI KOHKPETHON MOP(OJIOTHUECKOH CTPYKTYpbl. [1aB-
Hasi yepTa pepeHa — PeKyppPeHTHOCTb, T. €. BBIBOAUMOCTD JII0O0T0 ujieHa psijia U3
COCEJIHEro YJieHa Ha OCHOBe Npeo6pa3oBaHHtsl, €AMHOTrO /ISl BCETo psifia; BIEpBble HA
cylllecTBOBaHHe pekyppeHTHBIX psioB yKaszan H. I1. Kpenke (1927). ®aktuuecky,
TaKOW psijl peJICTaBJsieT co60H TPaeKTOpHIO TpaHcopMalii, paséuTyto Ha 1Moj100-
Hble 0Tpe3KH. Pa3bueHne TpaeKTopHH BIIOJHE OTBEYAeT MPEACTaBAEHHIO 0 MOPO-
MPOCTPAHCTBE KaK COBOKYMHOCTH KOHEYHOTO YHCJ/I1a IMCKPETHBIX COCTOSTHUI.

Onucanue CTPyKTYpbl MOPOMPOCTPAHCTBA C MOMOLLbI0 HAGopa HHBAPHAHT-
HbIX (hopMyJ1 KpaiiHe 3aMaHuuBO. CTPaHHO JaxKe, UTO TAKOe CTPOroe yrnopsijioyeHue
6HOJI0rHUEeCcKOro pagHoobpasus AeHcTBUTeNbHO Bo3aMoxkHO. OnHako C. B. Meiien
NPHUBEJ HECKOJILKO BeCbMa MoKasaTebHbIX pe)peHOB, ONMUCHIBAIOLINX, HAIPUMED,
thopmy sucTbeB pactenut (cm. takxke: Bird, Hoyle, 1994). Bosiee Toro, cyuiecty-
eT JVIMHHBIN psiJl aHAJIOTMYHBIX TPUMepoB (cM. 0630p B: Maiorana, 1978; Jku-
Jep, 1988), Gepyuwit Hauaso OT MIMPOKO HU3BecTHOH pabothbl /K. XaTunHCcOoHA
(Hutchinson, 1959): cuMnatprueckde BBl OJIHOTO pojia 00PA3YIOT PsiiL 10 BEJIH -
YHHE TeJsla WM pa3Mepam POTOBBIX YacTel, TaK UTO COCEIHHE UJIeHbl Psijla pasJ/nya-
torest B 1,28 pasa.

EcrecTBeHHO, 4TO MpaBH/I0 XaTYMHCOHA, KaK pyrue GMOoJIOTHYeCKHe 3aKOHO-
MEePHOCTH, UMeeT HCKJtoYeHHsl. BMecTe ¢ TeM, OHO HaTJIsSAHO IEMOHCTPUPYET BO3-
MOXKHOCTH MCUMCJIEHHS] PeaJM30BaHHOrO MOPONpPOCTpaHCTBa, MOKa3blBasi nep-
CMEKTHBY Pa3BUTHS NpeJlicKa3aTe/ibHOH OHoJiorud. B KoHle KoHLOB, Jio6ast HayKa
BHauaJsle 3aHUMAETCsl TEM, YTO y2Ke €CTb, HO PAHO WJIH TTO3[HO MEPEXOJIUT K PACCMO-
TPEHHIO TOTO, uTO N0JKHO 6T (Kosmoropos, 1991).

Baxna nanbheitinasi pazpaboTka o61eli METOJ0JOTMH TTOCTpoeHUs1 Mopdo-
MPOCTPAHCTBA: OMpeiesieHHe CrieKTpa (hOpM, COOTBETCTBYIOLLMX KOHKPETHOMY TaK-
COHY, O CYLIECTBY SIBJISIETCSl YaCTbIO IBOJIIOLMOHHOIO MPOTrHO3a W MOKA3bIBAET,
B Kakue Mopo-(pyHKLUHOHANbHbIE COCTOSIHUS MOTYT MEPEXOIHTh OPraHu3Mbl 1aH-
Horo TakcoHa. OJHAaKO pa3BUTHE METOJ0B HCUYHCJIEHHST MOpgOonpocTpaHCcTBa
BCTpeYaEeT OUEBH/IHbIE TPYAHOCTH. DNUreHeTHUECKAs TEOPHS IBOJIIOLMH NTpeAroa-
raeT, YTO CYLIECTBYIOT JIB€ — cCeJIeKLIMOHHAsh U MOp(oreHeTHYeCKasi — TpyIrbl
NPUYUH, 00YCJAaBAMBAIOLLUX TPOUCXOKIEHUE KAXKIOH KOHKPETHOH OUOJI0THUECKOH
¢hopMbl. DTH NMPUUHHBI HE3ABUCUMbI U JOMOJHUTENbHBI 10 OTHOLLEHHIO APYT K ApY-
ry; 3TOT BOINpoc obcyxkaancst B npeabiayliei raase. [TockodbKy npaBui Jloruyec-
KOTO Tepexojia MexKjly ByMsl B3aMMHO HE3aBUCHMBIMH KOMIJIEKCAMH SIBJEHHUH He
CYLLECTBYET, TO MOP(ONPOCTPAHCTBO MOXKET ObITh MTOCTPOEHO HA OCHOBE JIHGO M-
OpHOHAJILHBIX 3aKOHOMepHOCTeH, MO0 TpeOOBaHUI 0TOOPA, KOTOPbIHA MpeoOpasy-



110 Yacrs 3. MPUJOXKEHUS SMUTEHETUYECKOW TEOPUU 3BOJTIIOLIMU

€T JaHHY10 MOP(OTOrHYECKYIO CTPYKTYPY MPUMEHHUTEBHO K JaHHBIM HOBBIM YCJIO-
Busim pynkionupoanus (Ellers, 1993; Moore, Ellers, 1993).

Hapsiny ¢ npupoanbiMu deHoTHNaMK, 06a NPOCTPAHCTBA COAEPKAT (HOPMBI,
KOTOPbIX He ObiBaeT. Mblc/inMoe MoporeHeTHIeCKOe TPOCTPAHCTBO Oy/IET BKJIIO-
4aTb MOHCTPOB, KOTOPBIX CMOCOOHBI MOPOAUTL OPraHU3Mbl U3y4aeMOro TaKCOHa.
Mopdo-yHKLHOHATBHOE 2Ke MTPOCTPAHCTBO MOKET COEPKaTh (OPMBbI, KOTOpbIE
He MOTYT BO3HHUKHYTb B XOJl€ HHAMBHIyaJbHOIO PA3BUTHSI 32 OTCYTCTBHEM COOTBET-
CTBYIOLLMX SMOPHOHAJBHBIX MEXaHU3MOB. JICHO, 4TO peasibHoe MOP(ONPOCTPAHCT-
BO sIBJISIeTCS TepeceyeHHeM MOopdo-(yHKLUHOHATIBHOTO H MOP(OreHeTHYeCKOro
NPOCTPAHCTB, OHAKO HEMOHATHO, KaK JIOTHUeCKH 0ObeIMHUTb 00a He3aBUCHMble
thakTopa hopMo0oOPa30BaHUs B paMKaxX eIMHONH 3aKOHOMEPHOCTH, Onpee/siollei
(hopMy M CTPYKTYpy peasiu30BaHHOrO MpoCTpaHcTBa BO3MOXKHOCTeH. Brnpouewm,
cefflyac paHo roBOPUTb O TAKOM CHHTE3e, MOCKOJIbKY COBpeMeHHasi OHOJIOTHS He
MUMeeT HH OJHOTO TpuMepa, rae TpeboBaHusl oT6opa U MOp(OreHeTHYECKHE BO3-
MOKHOCTH OblJIM Obl MCC/IEI0BaHbl ¢ PABHOH M OJHOBPEMEHHO HCUeprbiBaloLLeH
MOJIHOTOM: axKe MPUBEJEHHBIN Bblllle MPUMED C MPOUCXOKIEHUEM TTPUCOCKH Y ca-
JIaMaHJIp He CONEPXKUT KOJIMUECTBEHHOTO OMMCAHUST MOP(OJOTHH.

Mexy TeM, MbICJIMMBI NIpeieibHblE Cydyau, Koraa TpeGoBaHUsl, NPeabsiBIIs -
eMble OJIHUM H3 aKTOPOB, JOCTATOUHO CJ1a0bl, TaK YTO €r0 BJHSHUEM MOXKHO Mpe-
HeGpeub. Torna BO3MOXKHO MOCTPOEHHE aleKBATHOTO peasibHOro NMPOCTPAHCTBA Ha
OCHOBe 3HaHWs JiMUIb O peluatouleM akrope. Hanpumep, mopdorenetnyeckoe
NPOCTPAHCTBO OyNeT ajeKBAaTHO peasi30BaHHOMY, KOrja M3yyaemasi CTpPYKTypa
BaXKHa JYIsl KU3HEAESTENLHOCTH, HO KOHKPETHbIE MOAM(HUKALMKY (POPMbI HE HMEIOT
CyIIeCTBEHHOTO 3HAUeHHsI. AHAJOTHYHBIM 06pPa30M MOXKHO TTIOCTPOUTD U alleKBaT-
Hoe Mopo-(PyHKIIHOHAJIBHOE MPOCTPAHCTBO, €CH IMOPHOHAJbHBIE (hopMooOpa-
3ylolle MeXaHU3Mbl J0CTAaTOUHO MTMOKH H He OTPAHHYHBAIOT AESATENLHOCTD €CTeCT-
BeHHOro oroopa. [Ipumepbl Mopdo-(pyHKUHOHAJIBHBIX U MOpP(OreHeTHYeCKUX
NPOCTPAHCTB OyIyT NPUBELEHbI HUKE, OHAKO MpeKIe He0OX0AMMO 10Ka3aTh, YTO
B XOJI€ IBOJIIOLMH MPOCTPAHCTBO MOPEOJOTHUECKHX BO3ZMOXKHOCTEH 3aroJiHseTcs
Hec/Ty4allHbIM 00Pa3oM.

9. 2. 3ANOJHEHUE MOP®OIMPOCTPAHCTBA

[TonbiTaemest copmyiMpoBaTh OAHO U3 MPaBHJ IBOJIOLMOHHOTO (HOPMHUPO-
BaHHUsI POCTPAHCTBA BO3MOXKHBIX MOpQoJsiornyeckux coctosiHui. C 3Tol Lesblo
00paTUMCsl K TIPUHLIMITY MUHUMAaJIbHBIX U3MEHEHUH U3 Npepliylleii r1aBbl. JTOT
NPUHLKIT HMEET CJIEACTBHE B OTHOLLEHHH X0OJa 9BOJIIOLMH: TAKCOH He 3BOJIIOUPYET
(He MopoxKaaeT APYrod TakCoH), MOKa He peasiu30BaHbl BCe (PEHOTHIIbI, BO3MOXK-
Hble B paMKax MOJA4MHEHHbIX TaKCOHOB. 1o oTHOLEHHIO K MOPONPOCTPAHCTBY 3TO
03HayaeT, YTo B MEPBYI0 odepeb OYAyT MPOUCXOAUTb H COXPAHSITHCS alanTHBHbIE
COCTOsIHUSI, HauboJiee GJM3KHE K MCXoaHOMY. HaszoBeM 370 siBjieHue Heobxodu-
MulM 3anoareruem mopgonpocmparcmsea. Brepsble (npaBia, B HECKOJIbKO



ImaBa 9. TEOPETUUECKASI MOP®OJIOTUS 111

VHOM BHJIe, 6€30THOCHTENLHO TAKCOHOMUHM ) Ha Hero yKasaJ, no-suaumomy, fO. B.
Mawkaes (1983, 1984): nobasi cucrema opraHu3ma UMeeT OrpaHUueHHOe YMCJIO0
MOpo-pyHKIMOHAJIBLHBIX BAPUAHTOB, TIPUUEM PeasU3yIOTCsl Bce MEXaHU3MBbI, BO3-
MOXKHBIE Ha JAHHOH MOPOJIOTHUECKOH OCHOBE.

Heo6xonumoe 3anosiHenne npoctpaHeTBa MOpHOJIOrHIeCKHX BOZMOKHOCTENH
VMeeT aHAJIOTHIO C TeUeHHeM TOTOKAa BOJbI, KOTOPLIN He TPOJBHraeTcsl BIepel,
He 3aTI0JIHUB OYepeNHyl0 BHaiuHy. Takol XOI TeueHHsl SBOJIOLUOHHBIX COOBITHH
MOYKHO CBsI3aTh C 0GIIeM3BeCTHOH cxeMol HanpaBseHuil sposoiuu A. H. Cesep-
110Ba, TUIOCKOCTH KOTOPOH €CThb, MO-BUIUMOMY, He UTO HHOE Kak MOP(OIpOCTpaH-
cTBa — yruyGJIeHusI Ha TyTH MOTOKA IBOJIIOIIMOHHBIX H3MeHeHHi. B cooTBeTcTBUH
C MPUHLIUIIOM HeOOXOIMMOT0 3aI0JHEHHST, SBOJIIOIHUS BHOBb C(HOPMUPOBABIIIETOCS
TakcoHa GyleT HATH 0 MyTsIM MIHOAANTAlUU U IereHepallvi, MoKa He OyIeT uc-
yepraH Bech UMEIOLIMICS 3amac MOp(horeHeTHIeCKH OCYLIECTBUMBIX afalTHBHBIX
COCTOSTHHUI. JIHIIIb 3aTeM MOKET MOSIBUTLCSI HOBOE apOMOP(HOe H3MeHEeHHE, T10 OT1-
peleJieHHIO 3aTparuBaolilee BCIO OPraHU3aLIMIo CyIeCTBa.

Apomopos (yc/10KHeHHe OpTaHU3alHH ) IaeT BO3MOKHOCTD MPUCIIOCOOUTE-
cs1 K 60J1ee IUPOKOMY CIIEKTPY YCJIOBUE 0GUTAHHS, T. €. BEJIET K IKOJOTHUECKOH re-
HepaJM3allii OpraHu3MoB, 00yC/IaBINBasH TPOUCXOKIEHHEe TaKCOHa ¢ GoJiee M-
poko# ananTtuBHOU 30HOH (ro: CumricoH, 1948). BosnukHOBeHMe HOBOro THNA
OpraHu3aluy Hen36eXXHO PaHO UJIH MTO3IHO MPH HACTYTJIEHUH 6J1arOMPHUSTHBIX KO-
JIOTHUECKHUX YCJIOBHI BeJIET K TIePecTpoiiKe CTPYKTYpbl SKOCHCTEM M, COOTBETCT-
BEHHO, K 3BOJIIOLMH COCTABJSIIOLINX UX cyliecTB. [1o 310il mpuunne dusoreHeTHye-
CKOe JIpeBO MMHAMHYHO: HA TeOJIOTHMUYECKHX BpeMeHaX TaKCOHbl MOCTOSTHHO
TOSIBJISTIOTCST, BHIMUPAIOT M BO3HUKAIOT BHOBb, KaK €CJIH Obl TOCTOSTHHO BBIPACTAUIH,
TO YAJHHSSICh, TO YKOPAUHBAsICh, HCU€3asi U OTISITh TOSIBJISISICh, BETBH lepeBa; MpH
TOM uTO GOJlee TOJICTbIE BETBHU (CTaplliie TAKCOHBI) cTabHU/IbHEe, HO eCJIH Hcye3a-
IOT, TO YK€ He OTPACTalOT BHOBb.

OueBHIHO, UIMEHHO B CHJTYy HeOOXOAMMOCTH 3aroJiHeHHsT aGCOMIOTHOE YHCTIO
TPy, MOIIEINX 10 TYTH YIPOIIeH s OPraHU3allH, BbILIe, YeM YCI0KHSIOINX-
csl: MyTall{ HeJIOPA3BUTHSI B BbICIIEH cTeneHH pacrpoctpanensl (CepeGpoBCKHii,
1973; manbraysen, 1983); penykiusi MoporeHeTHUECKH NIPOLIE, €CJH PETYIIH-
pyeMasi CTPYKTypa HaXxoIUTCs Ha neprdeprun HepapXHuu SMOPHOHAJBLHBIX OpraHu-
3aTopoB (06 3TOM NoHATHH cM.: YoauuurToH, 1947; Cakcen, ToitBonen, 1963; be-
JoycoB, 1987). TTostomy crienpasaaiys 4acto CBsizdaHa ¢ OTHOCUTEJbHBIM 0OIIUM
YIpOILleHHeM KOHCTPYKIHH, TPHYEM peIyKIHH 06/1afal0T MEHLIINM TaKCOHOMUYE -
CKHMM BeCOM, YeM MPOTpecCcHBHble H3MeHeHHs TOH UM MHOM YacTu TeJa (Jlobap-
ckuit, 19916).

Heo6xonuMocTh (MM 0THOCHTeJbHAST TPOCTOTA, OCYIIECTBUMOCTD ) peasuaa-
LMY UMEIOLLET0Cs Y TPYIIbl pe3epBa KOHCTPYKUMH ClIep:KUBAET B LIeJIOM Tporpec-
CHMBHBIH XOJI 9BOJIIOLIMH, BBISIBJISIEMbIH Ha 1IKaJie GOJIBIINX BpeMeH W H300paykeH-
Hbii A. H. CeBepuioBbim (1939) B BHle cXeMbl OCHOBHBIX HaIpaBJIEHHH.

Ternepb mocMOTpPHUM, HACKOJILKO CKA3aHHOE COOTBETCTBYET AEHCTBHTENBHOC-
TH: Ha CaMOM JIM JieJle TIPOCTPAHCTBO BO3MOXKHOCTEH 3arloJIHSIETCs] J0CTATOYHO
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mioTHo. Cpasy cjieyeT OroBOPHTBCS, YTO BO3MOXKHOCTH JJIsl TIPOBEPKH BechMa
CKPOMHBI, K60 CYIIECTBYET JIMIIb HECKOJIBLKO Pa3paGoTaHHBIX TPUMEPOB OIMHCAHHS
MopdornpoctpaHcTB. PacemoTpum no ouepenn Mopo-hyHKIIMOHANIBHBIE K MOP]O-
reHeTHYeCKHe MPOCTPAHCTRA.

9. 3. MOP®»0O-dYHKLMOHAJIbHBIE MPOCTPAHCTBA

AnanTtuBHbIE NPOCTPAHCTBA CTPOSTCS, UCXO/Ist U3 TpeGOBAHUE €CTECTBEHHOTO
ot6opa K PyHKIIHOHHPOBAHUIO JJAHHOK MOPHOJIOTHUECKOH CTPYKTYPbl. DTH MPOCT-
paHCTBa CPABHUTEJLHO MPOCThl U BKJIOUAIOT HeGOJIbIIIOE UYUCJIO0 ajlbTePHATUBHBIX
Bo3MoxkHocTel. [IpaBna, camu no ceGe 3TH MpPUMeEpPHl OTHIOAbL HE TPHUBHAJIBHbI.
Mx nonumanue TpebyeT orpesie/ieHHbIX YCUIIUH, TOCKOJIbKY BCe OHU MPEJICTABISIOT
co00¥i pe3yJibTaTbl GMOMEXaHUYECKUX UCCIIeI0BAHUM.

9. 3. 1. SI3bik canamanap

Kaprtuna npeo6pasoBaHusi MpocTpaHCTBA BO3MOXKHOCTEH, BKJIIOUalollast
JIUILb JIBa TIyTH H3MeHeHHs1 MopcoJsioruu, pagpadorana 1. ¥YsiikoM u ero coaBTopa-
MU Ha MPUMepe IBOJIIOLHH MO BSI3BIYHOTO annapaTa XBOCTaThIX aM(puOuil — caJa-
manap (Lombard, Wake, 1976, 1977; Wake, 1982, 1996; Roth, Wake, 1985;
Deban et al., 1997).

HazewmHble canamaHIpbl MUTAIOTCS B OCHOBHOM HEOOJBIINMH YJI€HUCTOHOTH--
MH, KOTOPBIX JIOBSIT C MOMOIIIBIO JIMTIKOTO SI3bIKa, BEIOPAaCBIBAEMOTO H3 POTOBOH 11O~
JoctH (puc. 11 A; cMm. TakKe KuHorpammbl B: CeBeplioB, 1972). DddekTHBHOCTD
OXOTBI 3aBUCHT OT TOUHOCTH M CKOPOCTH JIBHXKEHHI, a TAKXKe OT pacCTOsTHHUSI, Ha KO-
TOPOM KePTBa MOXKeT ObITh MokiMaHa. [1o3ToMy 3BosIoLHs canamaHzp Gblia B 3Ha-
YUTENBHOH CTeNeHH CBs3aHa C yAJIHHEHHEM sI3bIKa M COBEPLIeHCTBOBAHHEM YIIPaB-
JISTIOILIMX HEPBHBIX U OHOMEXaHHIECKHX MeXaHH3MOB.

$13BIK TPUBOIMTCS B IBU2KEHHE MOAbSI3bIYHBIM amapaToM, IJIaBHOH (yHKIIH-
OHaJIbHOH YaCThI0O KOTOPOTO SIBJISIETCS MOJABHXKHAS KOHCTPYKIHS M3 7 XpSIlIeBbIX
saeMenToB (puc. 11 B): HenapHoro basibranchiale, K mucTaabHOR YaCTH KOTOPO-
ro MpHUKperuisieTcst 3blK, M NapHbIX ceratobranchialia I, ceratobranchialia II
u epibranchialia. BeibpacbiBaHue 513blKa TPOU3BOAUTCS PE3KUM TOJUKOM BIIEpeN
3a CyeT COKpAIleHHs TMapHLIX MYCKYJOB-TMPOTPAKTOPOB, 0OGJETalolux epi-
branchialia nanono6ue HoxKeH. BTsruBaHue s3blKa ¢ MPHJIHIILEH K HEMY JT0ObIYel
00paTHO B POT OCYILIECTBJSIETCS TIPH COKPAIIEHHH MYCKYJIOB-PeTPaKTOPOB, C ABYX
CTOPOH MPHUKPETJIEHHbIX K basibranchiale.

B cocrosiunu mokosi, Koraa si3blK yJoXKeH B POTOBOH MOJIOCTH, BCe XPSIIIHU
pacriojiaraloTcsi B ropu30HTaMbHON MIIOCKOCTH. 17151 3ppeKTHBHOH OXOTHI TaKoe
pacroJio;KeH1e CKeJIETHBIX 31IeMEHTOB MaJlo TIPUTOIHO: C TOMOIIIBIO IIHPOKOTO0 KO-
POTKOTO 513bIKa MOXKHO 3aXBATUTh TOJBKO MeTUTENBHYIO KepTBY. [ 1o 310 mpuyn-
He B 3BOJIIOLMH MPOHM30ILIO yBeJHUeHHe paauyca AeHCTBUS sI3bIKa, CBsI3aHHOE C
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Puc. 11. [leiicTBre NobsI3bIYHOrO annapara XBOCTaThix aMuGHii npu jiosJie 106bn. A) Oc-
HOBHOH OXOTHHUHII NpreM casamanzp. b) Cxema ckesieta 1 MbILLILL BbIOpAchiBaloLieHcs YacTi
nojbsI3bluHOro annapara (B cepxy). B) CkesieT B C/I0XKEHHOM COCTOSIHHM B MOMEHT Hau-
GoJibliero pactspkenus sizbika. ') u J1) JIBa criocoGa B3aUMOZIEHCTBHSI CKEJIETHBIX 3/1€MEHTOB
(BHUI cTIpaBa, cxeMaTH3UPOBaHO ). XpsilieBbie smeMenTbl: BB — basibranchiale, CBI u CBII —
ceratobranchiale I u II, EB — epibranchiale. 1, 2 u 3 — counenenus xpsitiei. MyckyJibl no-
KazaHbl TOJILKO Ha JIEBOI CTOPOHE: M.I. — MPOTPAKTOP, BHITANKHBAIOLIHI SI3bIK H3 POTOBOI
MOJIOCTH, M.p. — PETPaKTOp, BTATHBAIOLIUH s13bIK 06paTHO. [To: Lombard, Wake, 1976, 1977.

pa3BUTHEM MeXaHU3MOB CKJA/bIBAHHUSI €ro cKesleTa, Korja Bee ceratobranchialia
CBOJSITCSI BMeCTe, TaK 4TO yroJ Mexjy HuMW W basibranchiale cocrassier
j0 170° (puc. 11 B). CkianpiBaHne yBeJIHUMBAET JIVIMHY 513bIKA U JieJIaeT ero 6oJiee
Y3KHUM, [103B0JIsIs1 BbIOPACHIBATH SI3bIK MO/l PA3JIMUHBIMH YIJIaMH K TPOJ0JLHON OCH
Tes1a. OMHOBPEMEHHO BO3pacTaeT CKOPOCTb BbIOpachbiBaHHsl, TOCKOJbLKY cerato-
branchialia paGotaloT KaK J10MOJHUTE/bHbIE TOJKAIOLME PblUari.

CkJ/1aiblBaHHe CKeJleTa B FOPU30HTAJIbHOH MJOCKOCTH HEBO3MOXKHO, TaK Kak
KOHCTPYKLHSI COEPKUT TPEYroJibHble 3JeMeHThl (cucTeMa cousieHeHuil 1 —2—3
Ha puc. 11 B), popma koTopbix He MO2keT GbITh U3MeHeHa. [1pu 3TOM oBopoT Tpe-
yroJibHUKOB | —2—3 Bokpyr cropoHbl | —2 (npojosibHoil ocu basibranchiale) ne-
)KeJlaTeJieH: /st o6ecriedeHusi HanboJlee CUIIBHOTO TosuKa epibranchialia w onHa
U3 IBYX nap ceratobranchialia no/xubl ocTaBaTbesl B 0HOH MilocKocTH. [Tostomy
TPEYroJIbHUKH MOBOPAYHBAIOTCS HHAYE.

Heo6xonuMblii OBOPOT B MPHHLMIIE MOKHO OCYLIECTBUTH ABYMSI CIIOCOOAMH,
KOTOpbIe U OMPEIEJISIIOT CTPYKTYPY Pa3BUBAIOLLErOCs MOP(OINPOCTPAHCTBA, CJIyKa
TepBbIM [IPUMEPOM UCTI0JIb30BAHUS BCEX BO3MOKHOCTEH, MTPEIOCTABIISIEMbIX 3BOJIIO-
LIMOHHO UCXOIHBIM cocTosinieM. [1pu peanusaumnu nepsoro crnoco6a rJiaBHbIMH J1e-
MeHTaMH, BbITajIKUBalolUMu basibranchiale Bnepen, cinyxat ceratobranchialia 1.
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OHnu ocratotest B oJiHOM TIocKocTH ¢ epibranchialia, a mpokcumasbHast yacTb basi-
branchiale oTKnoHsIeTCS BBEPX: TPEYTOJBLHHKH TOBOPAYHBAIOTCS] OTHOCHTELHO CTO-
ponbl 1 =3 (puc. 11 I'). I1pu BTOpOM crioco6e cknajapiBaHus CKeJieTa yCUne nepesa-
etcst ¢ epibranchialia na basibranchiale uepes ceratobranchialia II: onu ocratorcst
B MPeKHEH TIJIOCKOCTH, U TIOBOPOT TPEYTOJNBLHUKOB 1 —2—3 MPOUCXOIUT BOKPYT CTO-
poHbl 2—3, TaK uTo ceratobranchialia [ OTKIOHSIOTCS BHU3 BMECTe C MMPOKCHMAJb-
HoM 4yactbio basibranchiale (puc. 11 I1).

O6a crocoba, NpsiMo BbITeKaloLLHe U3 CTPOEHHS U (DYHKLIMOHMPOBAHHUS OIS -
3bIYHOTO armnapara, JaloT o4eHb 1noxoxue pedynsrathl (cp. puc. 11 T upue. 11 [1).
OHnu MOTYT GbITb UCMOMB30BAHBI TOJIBKO MO OTAENBHOCTH U 0OHAPYKHUBAIOTCS y pa3-
HBIX caJlaMaHjIp, JaBast HCUepITbIBAIOIILYI0 KAPTHHY IBOJIOLMH 3TOTO CBOE0GPA3HOTo
MpUCHIOCOG/IEHHS].

9. 3. 2. INoJser HacekOMbIX

Jpyro# npumep 3anoJiHeHHs IPOCTPAHCTBA BO3MOMKHOCTEH IaeT BOJMIOLUS Ma-
uryuero nosiera HacekKombix (Iponnuukuit, 1994; Grodnitsky, 1995, 1999). ITepsbie
JieTalollle HaceKoMble HMEJIH YeThipe Kpblia. Bamaxu nepeiHux v 3aiHuxX Kpblibes
OblIH onpe/ie/ieHHbIM 06pa3oM CHHXPOHU3MPOBaHbl. B Havase kax10ro B3maxa cHa-
yasia paCKpbIBaJIMCh MePeIHUE KPbUIbsl, 3aTeM — 3a/Hue. Takoi THIT CHHXPOHU3ALIMH
COXPAHHMJICS Y CAMbIX MPUMHTHBHbBIX PYydedHUKOB U 6aGoueK, CKOPIUOHHULL, BUCJIO-
KPbLJIOK, BECHSHOK — HauboJiee reHepasM30BaHHBIX COBPEMEHHbIX TPy, HH OJHA
U3 KOTOPBIX He 06/1a/1aeT XOPOLIO PA3BUTHIM M0JIETOM: 3TH HACEKOMbIE He CTIOCOOHbI
MOJHAMATh B BO3/lyX CKOJIbKO-HUOY/Ib 3HAUUTEJIbHBINH IPY3, HE MOTYT JIETATh OBICTPO,
B M0JIETE MaJI0 MAHEBPUPYIOT, CPE/IM HUX HET asibHUX MUrPaHToB. [ToaTomy oTpsipl,
XapaKTepU3YIOLLMECs TPUMUTHBHON KHHEMATHUKON KPbLIbEB, OTHOCATCS K HAaHMeHee
MHOTOUHUCJIEHHBIM ¥ PA3HOOOPA3HBIM OTPSIAM KJlacca HACEKOMbIX.

[IpuurHa (yHKUMOHAJIBHOTO HECOBEPLIEHCTBA HCXOAHOH KHHEMATHKH KPO-
eTcs B criocobe CHHXPOHU3ALMH KpblibeB. Kaxkioe Kpbljio B Hauajie B3Maxa Bbl3bl-
BaeT KPyroBoe JBH2KEHHE BO3J/lyXa, TaK 4To o6pasyeTcst BUXPb, KOTOPbIH Ha3bIBa-
10T paseornoim. Celuac HeT HEOOXOAUMOCTH H3JaraTb a’pOoJMHAMHUYECKYIO
CYLIHOCTb 3TOTO SIBJIECHHUSI; BaXKHO JHIlb, YTO CKOPOCTb BpallleHUs U pa3Mep pas-
TOHHOT'O BUXPS1 TPSIMO MTPOTIOPLUOHA/bHBI BEJIHUHHE CHJIbl, KOTOPYIO CO3/IAET KPbl-
Jio. [Tpu ucxoaHOH KHHEMATHKE KPbLIbeB (DOPMUPYIOTCS Y€ThIPE PA3rOHHBIX BUXPS
(puc. 12 A). Bce onu pacrojiokeHbl B Majiom o0beMe (IpeacTaBbTe pasmep
0OBLIYHOTO HACEKOMOro!), M MOCKOJIbKY MepelHHe W 3ajHue BUXPH BpallaloTcs
B OJIHOM HaNpaBJieHUH, TO OHH B3aUMHO TOPMO3SIT IPYT Apyra. B pesyJ/brare Kpbi-
Jibsi B OYKBAJIbHOM CMbICJIE TPEIOT BO3/YX, BMECTO TOTO UYTOObI PA3BUBATH CHUJLY, HE-
o06xoauMyto a/1si noJieta. TopMoxKeHHe pa3roHHbIX BUXPEH MPOUCXOAUT B Haualje
Kaxnoro B3maxa, T. €. 20—30 pa3 B ceKyHIly, U TOITOMY HE MOXKET He CKa3blBaTh-
Csl Ha KauecTBe MoJera.

MoxHO yBesqMUUTh (DYHKUMOHANBHYIO SPPEKTHBHOCTb MALLYLIUX KPbUIbEB:
HeoOXOIMMO, UTOObI C KaXK/I0H CTOPOHBI Tesla BO3HHUKAJ OJMH, a He 1Ba BUxps. Cy-
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HAIIPABJIEHUE HOJETA

Puc. 12. OcHoBHble NyTH IBOJIOLMH B3MaX0OB KPblIbeB HaceKOMbIX. [TokaszaHo Havaso B3ma-
xa. Bujt cBepxy, n306pax<eHbl Kpbliibsi (T€Pe/iHsist U 3ajHsisi apbl ), PACXO/SIMECS] B CTOPOHbI.
Tesio HacekOMOro, pacrosioxKeHHOe MOJL KPblibsiMU, He rokazaHo. A) McxoaHoe cocrositue:
MMEIOTCS YeThIpe KPblJia; B3MaxX HaunHaeT nepensisi napa. b) ¥Yrpara ool napbl KpbijibeB. B)
CoejiHeHHe MepeiHUX U 3a/IHUX KPbLIbEB B elHoe Kpbuio. ') Bamax HauuHaer 3ajHsisi napa
KpblibeB. [TyHKTHPHAsH JIMHKUST — 3aBUXpPEHHUsi, KOTOPble BOHUKAIOT B BO3JlyXe MPU JIBHKEHHH
KpblibeB. TpeyroJbHUKOM 0003Haue€Ha BepPXHsisi CTOPOHA TMepejHed KPOMKH Kpbljia: YepHbIe
TPEYroJIbHUKH — TiepeiHie Kpblibsi, 6enble — 3annue. [To: [ponnnukuii, 1994, ynpotieHo.

LLIECTBYET TPH MbICJHUMBIX criocoba. [TepBblii cnoco6 — yTpara ofHOH napbl Kpbl-
JIbeB U COOTBETCTBYIOIILEE YCHIIEHHE B3MaxXoB Jipyroi napsl (puc. 12 B). [To sTomy
MyTH MOLLIK ABYKPbl/Ible — KOMapbl U MyXH, a TaKxKe OTIeJbHble MeJIKHE IPYMIlbl
U3 Apyrux oTpsnos. Jdpyroit cnoco6 npeanosaraeT cLeryieHde MepeiHnuX U 3aiHUX
KPBLIBEB B €IMHOE CJI0XKHOE KpblIo (puc. 12 B). DTo npucnocobienne ucnobay-
10T py4elHUKH, 6a00UKH, IepeNoH4YaTOKpblble U X000THble. HakoHel, MOXKHO Ha-
UMHATb B3Max C JABHXKEHHS 3aJHUX KpblibeB. PaHHee packpbiTHe 3ajHell naphbl re-
HepUpyeT pasrOHHbI BHUXPb, KOTOPbLIH MNpeNsTCTBYeT BUXpeoOpa3oBaHUIO 3a
MePeHUMHU KPBWIbIMH: TTOCKOJIBbKY JIIOOOH BUXPb €CTb 00/1aCTb HU3KOTO JIaBJICHHS,
TO 3aJIHUI BUXPb, 1I0[IPOCTY FOBOPS, BCACLIBAET MEJIKHE 3aBUXPEHUs], yCIleBLUHeE 3a-
pOMTBLCS 3a MepeaHnMH KpblibsiMu (puc. 12 I'). Tak JseraioT capaHyoBble, 2KYKH
M CTPEKO3bl (Moc/ieHe — B 0COOEHHOCTH KOTJa MM HaJ0 YBEJHUUTb CKOPOCTh
WJIM TPY30MObeMHOCTD M10J1eTa).

Taxkum o6paszom, Ha MpUMepe IBOJIIOLUM MALIYIIEro MoJeTa HACEKOMbIX Mbl
BHOBD 10JIy4aeM HJUIIOCTPALIMIO [TOJIHOTO HCI0/b30BaHUsl BO3MOXKHOCTEH, KOTOpble
MCXO/Hasi OpPraHU3aLKsl NPeJoCTaB/IsieT SBONIOUPYIOLLUM OPraHU3MaM.

9. 3. 3. Kpblibs ntuiy

TpeTuit npumep npoctpaHcTBa MOpdo-(PYHKLMOHAIBHBIX BO3MOKHOCTEH TO-
K€ CBsI3aH ¢ MalLUYyLUM [OJIETOM, HO He HACEKOMbIX, a ITHLL.
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Puc. 13. O6reKanune KpblibeB H OTPbIB IorpaHuuHoro cjost. A) Pacnipesesienue ckopocTh Bos-
Jyxa OTHOCHTEJIbHO TMOBEPXHOCTH JieTsiiero npeamera. b) O6rexkanne Kpblia, coszaiolero
nogbeMuyio cuJy. [lnoTHocTb JinHHKiT 06paTHO MpornopuxoHabia Aasnaenuio. B) O6rekanue
KpblJIa BO BpeMsi OTPbIBa MorpaHuyHoro ciost. I') Bospacranue ckopoctn IBUIKEHUS U YIJIOB
aTakH OT OCHOBAHHSI K BeplLMHe Matlyliero Kpbiia. [1C — norpaunuunblii cioit, PB — pasron-
Hblit BUXpb, YA — yroa araku, CIT — ckopoctb nosiera, CK — ckopoctb Bpalliate/ibHoro

nsikeHnst kpolia. [To: Kokwaiickuit, 1974, 1988a, 19886.

Bo Bpemsi nosieta Jito60ro npeMeTa BO3yX <MPHAUNAET» K ero NoBepXHOC-
TH, TaK UTO HEKOTOPbIH CJIOH BO3/yXa IBHKETCS BMECTE C MPEAMETOM. DTOT CJIOM
HaablBaeTcs noeparuyHoim (puc. 13 A).

Cuna, HeoOXoauMast JUist OJIeTa, BO3HUKAET 32 CUET PA3HOCTH JIaBJE€HHH Hajl
¥ 11oJ1 KpbliioM. Kak y»Ke roBopusioch, 3Ta cujia npsiMo NPONopLUHOHabHa BEJHUU-
He ¥ MHTEHCHBHOCTH Pa3roHHOro BUXps. Ecyiu Bo3ayx o6TeKkaeT Kpblo MIaBHO, TO
cuJia ¥ BUXpPb TeM GoJiblile, YeM Bblllle yroJ ataku Kpblia (puc. 13 B). Onxako yse-
JIMUEHHE YIJ1a aTaKd CBEPX HEKOTOPOrO KPUTHUECKOTO 3HAUYEHHUS! TPUBOJIUT K SIBJIE-
HHUI0, KOTOPOE HA3bIBAETCS OMPbLBOM TIOTPAHHUYHOTO cJiost (puc. 13 B): Hax 3anHed
YacCTbIO Kpblla BO3HUKAET BO3BPATHOE TeueHHe BO3/yXa, B CHJIy UEro MIaBHOCTb
00TeKaHusl HapyllaeTcs, U CUJla, TeHepUpyeMasi KPbLJIOM, PE3KO Majaer.

Cyl11eCTBYET HECKOJIBKO CIIOCOOOB YIIPaBJEHHS MOTPAHUUHBIM CJI0EM C IO
npenoTBpaiierus ero orpoiBa (Kokuarickuit, 1974; Mxurapss u np., 1984). Tak
Ha3blBaeMble aKTHBHbIe CMOCOObI MPEANoNaraloT NpuaaHie MOrpaHHIHOMY CJIOH0
JIOTIOJIHUTEJIBHOTO UMITYJIbCa BJIOJIb TPOQHUIIS IS TPEOIOJEH ST BO3BPATHOTO Teue-
HUsT BOJIM3M MOBEPXHOCTH Kpblia. B aBHAIMOHHON TeXHUKe MPUMEHSIOTCS CrelH-
aJIbHble aKTHBHbIE YCTPOHUCTBA I COYBAHUSL U OMCACHIBAHUL NOSPAHCAOA. Jle-
Talolllle >KUBOTHble MOIJIM Obl C aHAJOTHUHBIM PE3YJbTATOM HCIOJIb30BATh



ImaBa 9. TEOPETUUECKASI MOP®OJIOTUS 117

OLICTpOE BpallleHHe KPbIIbeB BOKPYT MX MPOAOJBLHON OCH — MPOHAYUIO U CYNnU-
nayuro (Nachtigall, 1979). Onnako 3T0T crnoco6 NpUrojieH ckopee Jisl HaceKo-
MBIX, 00JIaIAI0LINX BLICOKOH YaCTOTON B3MaxoB, YeM JJIsl TITHIL.

[laccuBHBIe cpencTBa yrpaBJieHHs] MOTPAHUYHBIM CJIOEM CBsI3aHbI MPEKIIe
BCero ¢ ero mypobysusayueri. B TypGyJeHTHOM TeUeHHH CKOPOCTH OOTeKaHHsI
KpblJla pacnpe/esieHbl He MJIaBHO, a PeTepeBaloT HeperyJsipHble BEICOKOYAaCTOT-
Hble TYJIbCALMH B KAXKIOH TOUKe OKOJIOKPBIIOBOTO TpocTpaHcTBa. TypOyneHTHBIH
TOrPaHCIION TOJBEp:KEH OTPBLIBY B ropasno MeHblieil crerenn (Kokuaiickud,
1974). CnenoBaresibHO, MOYKHO OXKHJIaTh, YTO YKUBOTHbIE 06JIAJIAIOT CPEIICTBAMH
TypOyTH3alH TOrPAHHYHOTO €051 ( OIHUM M3 TaKHX MPUCIOCOBIEHHH MOXKET GbITh
TOBLIIIEHHAST [IIEPOXOBATOCTh TIOBEPXHOCTH KPLUILEB). BMecTe ¢ TeM, TypOyJ/naa-
LU TIOTPAHCIIOS YBEJIUUUBAET COTIPOTHBJIEHHE TPEHHUS], HCTILITHIBAEMO€E KPBUIbSIMH,
W Cylsl IO BCEMy, He HCIIOJb3YeTCs JIeTAlOUMMHU CylllecTBaMH (0630p (yHKIHO-
HaJIbHBIX HHTEPIIpPeTalil MOBEPXHOCTHOH IIEPOXOBATOCTH KPbLIIbEB HACEKOMbIX
cm. B: Grodnitsky, 1999; Te :ke coo6pakeHHnsi BO MHOTOM MPUJIOXKHUMbI U K ITHIIAM ).

MBIC/UMBIX CTTOCOGOB TIPEIOTBPALleHUsT OTPBIBA MOTPAHHYHOTO CJIOSI OCTAET-
cst He Tak MHoro (Kokimatickui, 1988a, 19886). [1pu matyiiem rnosere ckopocThb
JIBUZKEHHUST KPblJIa YBEJIMUMBAETCSI OT OCHOBAHHUS K BeplinHe. Kak cieyet u3 npo-
CTOTO COOTHOLIEHHsI BEKTOPOB, B TOM 2Ke HAlpaBJeHHH BO3PACTaeT Y204 ArmaKku
(puc. 13 T). [To sT0¥ MpUUKHe pa3BUTHE OTPLIBHOIO 06TEKAHWST HAYWHAETCS C BEp-
IMHbL Kpbta. CrienoBaTesbHO, HMEHHO 3Ty YacTh Kpblia HEOGXOIUMO Mpenoxpa-
HUTb OT OTpbIBa. [IpenoTBpalieHne OoTpbIBa B BePUIHHHON 0GJIACTH JOCTHraeTcsi
Y Pa3HbIX BHJIOB C MOMOIIILIO BBIPE30K B OlaxajaX MaxoBbIX NepbeB. Buipesku 06-
pasyroT 11, (PyHKIHOHUPYIOIIHE KaK UjeAesbie YCmpoLicnaa KpblibeB caMmoie-
TOB: OHM CIIOCOGCTBYIOT YCKOPEHHIO T€UeHHsI B TIOTPAHUYHOM CJIO€ M TI03BOJISIIOT
JIETaTh C yIJIaMH aTakd, KOTOPbIe B OTCYTCTBHE IleJel SIBJSIOTCS 3aKPUTHIE CKUMH.

Ectb ellle fBa MyTH K CHU2KEHHUIO OTTACHOCTH OTPbIBA: 1) yBesMueHue T/I01Ia-
1 KPBUTbEB C YACTUYHBIM OTKA30M OT B3MaXOB H T€PEXONOM K MapsilieMy MoJeTy;
2) yMeHblIIeHHE HCTIOJb3yeMbIX YIJIOB aTaKh U YKOpPOUEHHEe KPBLIbEeB, CBSI3aHHbIE
C BO3pacTaHHeM YacTOThl B3MaxoB M ckopoctH moJjera. H. B. Kokuaiickuii pac-
CMOTpeJI pacripeiesieHHe TpeX MepeyncsieHHbIX Cloco60B B Mpefesiax oTpsiia anc-
ToOGpa3HbIX. XapaKTepHo, UYTO lIeJeBble YCTPOHCTBA HCIIOJMb3YIOTCSI B OCHOBHOM
HATUISIMH, TIAPSIIAH MOJIET — auCTaMH, a BBICOKOYACTOTHBIH — MOHUCAMH, PHUEM
BBIGOP crioco6a MpeoTBpallleH sl OTPbIBA MOTPAHHYHOTO CJI0ST TIPSIMO CBSI3aH C TH-
MUYHBIMK YepTaMu 06pasa :ku3Hu. Hanpumep, nanssiMm cBoicTBEHHO 0CMAaTPHBATh
Ha3eMHble YYaCTKH BO BpeMsl MoJieTa Ha CPABHUTEJNbHO HEOOJBLIIONH BLICOTE.
[lo 3Tofl MpuuHHe 1151 L1aTIesIb He MPUroeH HU OBICTPBIN, HU MapsIIui (XyxKe yi-
paBJisieMblil) TIOJIET, U LIEJH MEXKIY MAXOBLIMU TEPBSIMH OCTAIOTCS MPAKTHIECKH
€/IMHCTBEHHDBIM JOCTYITHBIM JUIsi HUX CPEICTBOM YJIydllleHHsT (PyHKIMOHAJIbHBIX T1a-
pamMeTpOB KPbLIbEB.

[IpuMepnbl Mpeo6pazoBaHuil sI3bIKa calaMaHJIp, MoJeTa HACEKOMBIX H KPbLIb-
€B MTHI[ XOPOILIM TeM, YTO OCHOBAHBI Ha MOHSATHBIX (PU3HYECKUX MEXaHH3MAaX, OTIpe-
NeJISTIONIMX (DYHKIIMOHMPOBaHHE THX MopoJiornueckux amnmapatos. [lociennee
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Puc. 14. CnupajbHoe pacrnoJfioxKeHue JIUCTbeB Ha creOusix pacrenuit. A) [Tapamerpbl anu-
KaJibHOro pocta. Buz Ha noGer cBepxy. 3auaTku Oy/IyLUHX JIMCTbEB PACIOAraloTCs Ha repece-
YeHHH NPABO- U JIEBO3AKPYUEHHbIX Criupasiell 1 o6pasyloTest no ouepea (... n-3, n-2, n-1, n)
Ha repudepnn MeprucTeMbl (KpyrJiasi 3alITpUxoBaHHasi 30Ha ) papuyca RO; nocsieniHuii 3auatok
3auepHeH. j — YroJl PaCXOXKEHHsI JBYX I0CJIE/I0BATE/bHBIX 3a4aTKOB. 3a4aTkKi YIaIsIoTCs OT
MEPHCTEMbI CO CKOPOCTBIO V, NPOMOPLHOHAJIBHON CKOPOCTH pocTa 1noGera M pacCTOsIHUIO JI0
MepucTeMbl. B) 3aBrcumocTsb sicTopacosozketust ot 060011eHHOr0 napameTpa pocta G (cMm.
teket). Lludpbl B ckoGkax 0603HAYAIOT YHCJIO NPABLIX H JIEBBIX criupadeil. Jiunnas JuHus —
HanboJlee 4aCTO BCTPEUAIOLAsCsl 3aBUCHMOCTb, COOTBeTCTBYIOMast psity Pubonauun. Kopor-
KHe OTBETBJISIIOLLNECS JIMHUH — YaCTHbe CJIydau, orpejiesisieMble CrelH(pHIeCKUMH Havaslb-

HBIMH ycsI0BHsIMH pocta noGera. [To: Douady, Couder, 1996a.
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BOOOILLE XapaKTePHO ISl OMOMEXaHUKH, MOAXOASLLEN K UCCAEJOBAHHUIO XKHUBBIX CY-
11IeCTB C JJaBHO chopMYJIHPOBAaHHBIMK YeTKUMHU Kputepusimu (Gans, 1974), koro-
pbI€ 4acTO JIAIT BO3MOXKHOCTD CY/IUTh, YTO «XOPOIIO» W UTO «TJIOX0» B MOPHOJIO-
TMH OpraHu3Ma ¢ TOUKHM 3peHMsl afantauuu. HenoctaTok npuBeeHHbBIX TPUMEPOB
MOKHO BHJIETb B TOM, YTO OHH COJEP2KAT MPELe/bHO MAJIoe YUCJI0 BO3MOXKHBIX T1y-
Tell 3BOJIIOLIMOHHOIO H3MeHeHHsl. BripoueM, BO3MOXKHO, UTO €CTeCTBEHHBIH 0TOOP
BCerja npeaocTaBJsieT OpraHu3aMaM BbIOMpaTh U3 BECbMa MaJsloro YucJ/a 3BOJIOLHU-
OHHbIX MyTeH.

9. 4. MOP®OTEHETUYECKHUE MPOCTPAHCTBA

MopdoreHetnyeckie MpocTpaHCTBA CTPOSITCS HA OCHOBE KOHKPETHBIX (hop-
M006pasyloLIMX MEXaHU3MOB MHAMBH/YaJbHOrO pasBuTHs. 3BecTHble MpUMepb
MOp(oreHeTHIECKUX TIPOCTPAHCTB BKJIIOUAIOT CPABHUTENBHO GOJIBIIOE YHCIO BO3-
MOZKHBIX COCTOSIHMH, OIHAKO OHHM He cofep:KaT UH(popMmaluy 00 ananTHBHOM 3Ha-
YEHHUU KOHKPETHBIX MOAH(UKALHA.

9. 4. 1. Borannueckue npumepbl

Pacrnosioxkenue siucTbeB Ha CTeOJISIX pacTeHUH, HHAYe Ha3blBAeMOe T€PMUHOM
pusromarcuc, HaCTOJIbKO 3aKOHOMEPHO, YTO €r0 CPABHUBAIOT C KPHCTAJJIaMU
(Wardlaw, 1968; Mitchison, 1977; Jean, 1978; Medford, 1992; Douady, Couder,
1996a, 1996b, 1996¢; Goodwin, 1997). PacecmoTpum crninpaJsibHblil Gu/IOTaKCHCE.
3auaTKu JIMCTLEB U IPYTHX OPraHOB pacTeHHusl (PULIBETHUKOB, YallleJTUCTHKOB, Jie-
MeCTKOB, ThIYWHOK, LIBETKOB B COLBETHH ) (DOPMUPYIOTCSI OUE€PEIHO [0 OJHOMY Ha
nepudepuu anukabHoi MepucteMbl (puc. 14 A). Eciu coemHnTb KaXplil 3aua-
TOK C JIByMsl COCEJIHUMH, TO OKaXKeTCsl, UTO 3a4aTKU PACIiofiaraloTcs Ha repeceve-
HUM JIByX HaGOpPOB criMpaJieil: 3aKpyueHHbIX HalpaBo W HajeBo. Uucsio mpaBbix
¥ JIEBBIX CUpasiell B GOJIbIIMHCTBE U3BECTHBIX CJIydaeB MPeCTaBJIsIET IBa COCE/l-
HUX 4ieHa psiia PuboHavuu:

x+l=x-1+x=1,1 23,58, 13,21,34 ..

Hanpumep, dunnoraxcuc, o6o3nauaemblii napoii uucen (1; 1), coorBetcTBy-
€T OuepeIHOMY PACIOJIOKEHHIO JIMCTLEB Ha cTebJIe.

[eomeTpusi HabJIOIAEMBIX TATTEPHOB ONPEEJSETCS XapaKTePOM B3aUMOIEeH -
CTBHsI 3a4aTKOB B XOJle POCTa pacTeHusi. B ocHOBe cTporoii 3aKOHOME PHOCTH JI€XKUT
YIMBUTEJIBLHO MPOCTOE MPABUJIO: HOBBII 3a4aTOK 006pasyeTcst Ha repudepuu MepH-
creMbl yepe3 nepuoj T nocsie BO3HUKHOBEHHST MPEbILYLIEro 3a4aTKa Ha HaHG0JIb-
IeM yaaJeHud oT paHee copmupoBaHHbIx 3auaTkoB (Douady, Couder, 1996a),
KakK ec/id Obl pe/blIyliie 3a4aTKi 10 ONPeleJIeHHON CTeNeHH MoJaBJIsiii Pa3Bu-
THe mnocsenyiolux. PakTHUECKH, FeOMEeTPHs JIMCTOPACIIONOKEHHUST OTUChIBAETCS
YIJIOM PACXOXKIEHHsT @, KOTOPbIH MPsSIMO TPONopUHoHaieH neproay T u ckopocTu
pocTa y nepuMeTpa anuKajgbHOH MepucTeMbl Vo, H 06paTHO MPOMOPLHOHAJIEH pa-
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auycy Mmepuctembl R, (puc. 14 A). CaieoBate/ibHO, XapakTep pacrosioKeHHs  JIUC-
ThEeB TIOJIHOCTBIO OTIPEJIESIETCST KOMIJIEKCHBIM TTapaMeTpoM

G = V,T/R,.

[IpocTpaHCTBO COCTOSIHUH, KOTOpble MOXKET NMPUHAMAThL (PUILIOTAKCHC, pac-
noJiozkeHo B uHTepBasie G ot 1 10 HeKoToporo 6/M3Koro K 0 MosIoXKUTeILHOTO 3Ha-
YeHHsl, KOTOPOe OMpeiesisieTcsl (PU3NOJOrHUeCKUMU U MOP(OJIOTHIECKUMH OTPaHH -
yeHussMH: T He MOxKeT ObITh CJIMIIKOM MaJio H3-3a JIMMUTHPOBAHHON CKOPOCTH
JleJIeHHsT MepPUCTEMATHIECKHX KJIETOK, a Ry He MOXKeT ObITh CJUIIKOM BEJUKO U3-3a
OTpaHHYeHHOTO pasMepa 30HBI poCTa.

MmurauroHHasi Mojiesib, OCHOBAaHHAsi HA YKA3aHHOM TIPUHIIUIE JIOKAJH3ALIHH
3a4aTKOB, MIOKA3bIBAET, UTO MPH GOJbIINX G JIUCTDS pacrioJiararoTest Ha crebJie ove-
pento (puc. 14 B). [TocnenoratesbHoe ymenbliieHne G BbI3bIBA€T BO3HHKHOBEHHE
cHavana (1, 2) — dusorakcuca, 3artem (2, 3), — U Tak jaJiee, B IOJHOM COOTBET-
cTBHH ¢ psiioM PuboHauun. O6BIYHO B HaUasle BereTalli CKOPOCTb POCTA PACTEHHs
Bo3pactaet oT 0 Io HEKOTOPOI BEJIMUHHLI; COOTBETCTBEHHO, (G TUVIaBHO YMeHbIIIaeT-
cst ot 1. [Toatomy JcTopacmosiozkeHrne aGCOMOTHOTO GOJILIIMHCTBA PACTEHHH CO-
OTBETCTBYET OJIHOH M3 TOUeK Ha TJIaBHOH KpuBo# puc. 14 b. Beenenune B Moness no-
TMOJIHUTEJILHBIX HayaslbHBIX YCJIOBHH BbLI3bIBAET BAPUAHTBI JIHCTOPACIIONOKEHHS,
COOTBETCTBYIOLIME PsilaM, B KOTOPBIX MepBble JBA uncia cocTaBisiior He (1, 1),
a(l,3),(1,4)umm(2,5). DTH BapHaHThl MOTJIM peai30BaThCsl, €M Obl POCT Npe-
TeprieBaJ HeoObIYAHHO pe3Koe yCKopeHHe, IGO0 HA9HHAJICS Cpa3y OT MaJIbIX 3HaUe-
Huit G (Douady, Couder, 1996a). OnHako HopMaJsIbHBIH POCT TpeJoJaraeT nias-
Hoe yMeHbllleHHe (3, To3TOMy He-DHOOHAYUHEBBI (DUJJIOTAKCHCHI BCTPEYAIOTCS
KpafiHe penko. JlanbHeiilllee pa3BUTHE OMHUCAHHON MOJIENH IaeT MPOCTOe 0O bsICHe-
HHe TIPUYUH BO3HUKHOBEHHSI MYTOBYATBHIX M MPOMEXKYTOUHBIX (DHIIIOTAKCHCOB
(Douady, Couder, 1996b, 1996¢), npuuem Mojie/ib 0O BSICHSIET BCE MATTEPHBI, OTME -
YeHHbIe B IPUPoJie. B peaysibraTe MOXKHO BHIETD, UTO peasiM30BaHHas 4acTh IPOCT-
paHcTBa Mop(OoreHeTHYECKH BO3MOXKHBIX COCTOSIHHE He COIEpPXKUT MPOoOesioB
(puc. 14 B), uTo MOJHOCTBIO COOTBETCTBYET MPABUJY HEOGXOUMOTO 3aIMOJHEHHSI.

dunotakchc He MMeeT aNANTHBHOIO 3HAUEHHs: HE3aBUCHMO OT YCJIOBHH
NpoM3pacTaHusl Bce BAPHAHTBI PACIIOJIOKEHHS JIMCTLEB CEJIEKTHBHO HEHTPAJbHBI.
[TosTomy B paccmaTpuBaeMoMm ciiydyae MoporeHeTHUeCKOe MPOCTPAHCTBO HE CO-
JIEPIKUT COCTOSIHHH, paspellleHHbIX OHTOTEHE30M, HO 3ampellleHHBIX OTOOPOM.
B utore peasn3oBaHHOE MPOCTPAHCTBO pPaBHO MopdoreHeTHUecKoMy. Bmecre
C TeM, caMa CrocoGHOCTL 3a4aTKOB (POPMHPOBAThCs B HanGoJiee CBOOOHOM yda-
CTKe MepHCTeMbI alaNTHBHA: OHTOTeHe3, OCHOBAHHLIN Ha ITOM MPUHIIUIE, HAUMe-
Hee sHeproeMoK (Jean, 1978), a nmoJsyuatoiyecsi B pesyJ/israte MOpQOJIOTHIECKHE
COCTOSIHHSI COOTBETCTBYIOT JIOKAJIbHBIM MUHUMYMaM 0011l SHEPTHH B3aUMOJIEHCT-
Busi 3auatkoB (Douady, Couder, 1996a). Muaue roBops, ecrecTBeHHbli 0T6OP 110-
pomus 0OLIMH TIPU3HAK, KOTOPBIN 3aTeM OTpPeIe I TPOUCXOKIIEHHE BCEro Pa3Ho-
06pasust HealaNTHBHbBIX YaCTHLIX CTPYKTYP.

[To Bceil BUAMMOCTH, K aHAJOTHYHON KATETOPHH SIBJE€HHH OTHOCSTCS PSIbI
romoJiorndeckoit uamenuuBoctu pactenunit H. M. Basunosa (1968). Hennbas yka-
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3aTh KOHKPETHYIO PUYHHY, KOTOPAs 3aCTaBJIsIeT OJIHH U Te yKe TPU3HAaKH ¢ 06s13a-
TEJILHOU PEeTyJIsiPHOCTBIO MPOSIBJATLCS B (PEHOTUITAX BCEX BUIOB IAHHOTO TAKCOHA.
Bwmecre ¢ TeM, 3TH MPU3HAKH He UMEIOT OUEBUIIHOTO TIPUCTIOCOOUTEBHOTO 3HAYE-
HUsI: HATIPUMep, Y 3J1aKOB — LBET U (hopMa KOJIOCKOBBIX Uelllyil ¥ ceMsTH, HaJluuue
1 hopMa ocTell Ha CeMeHH, OMyLIeHHOCTDb cTe6Js  popma Jmcra. [lo 3Toit mpu-
YHHE TOMOJIOTHYECKHE DsIbl CUMTAIOTCS] KJIACCHUECKHM TPUMEPOM IPOSIBJIEHHUS
MoporeHeTHueckux 3akoHomepHoctekt (Arnold et al., 1989), Ha ceroansi ocrato-
IUXCsT Hen3BeCTHLIMU. OTCYTCTBHE TEOPETHUECKOTO MEPEeJIOKEHHUST He MO3BOJISIET
yKa3aTh TIpefiesibl H3MEHUHBOCTH KaKIOro TpHU3HaKa, KaK U TO, CyLIECTBYET JIH
CBSI3b ME2KJly COCTOSTHUSIMH Pa3HbIX TPU3HAKOB. [109TOMY MpOCTPaHCTBO BO3MOXK-
HBIX cocTostHUE nocTpoeHo H. M. BaBuioBbIM Mo aHaJIOTHH ¢ H3YyUeHHBIMH (eHO-
THIIAMH W TIPEACTABJIEHO B BHJle TaOJIHIL, TIe KaXKIOMy TPHU3HAKY COOTBETCTBYET
OTIeJIbHAsI CTPOKa, a KaxKIoMy BuIy — cTosbell. Kak Xopolio u3BecTHO, 3TH Tab-
JIMIBI yCTeHO Henosib3oBanbl H. M. BaBHIOBBIM /17151 TIpeicka3aHus CyIIeCTBYIO-
I[MX, HO TOT/Ia HEM3BECTHBIX PA3HOBUIHOCTEN PACTEHUH, UTO GbIIO Gbl HEBO3MOXK-
HO, ecJiM Obl KaXKIbIH BHIL He MOJIHOCTBIO HCII0JIb30BaJ HMEIOLIHHCS Y HEro pe3epB
OHTOTe€HETHYECKH OCYIIEeCTBUMBIX MOP(OJIOTHIECKHX COCTOSTHHI, He 3arpellleH-
HBIX YCJIOBUSIMU TIpou3pacTtaHusi. CXONHBIH pe3ysbTaT MOJyYeH JUIs THOHOBBIX
6akrepuii (3aBapaun, 1974): nocrpoeHHas MaTpuila BO3MOXKHBIX (peHOTHITHYEC-
KHX COCTOSTHHI OKa3aJiach MPAaKTHUECKHU 3arOJHEHHOH, a HelOCTaIolIHe BUIb! Obl-
JI 06HApYXKEeHBI TI03HEe.

9. 4. 2. 3o0a0rM4ecKre NpuMepbl

CnupaJibHO 3aKpydeHHble PAKOBHHbBI MOJIIIOCKOB, Opaxuonon U popaMuHu-
thep ABAAIOTCS €/[Ba JIM HE HeabHbIM 00BEKTOM YISl TEOPETHKO-MOp(oornyec-
KOTO HCCJIeI0BaHUSA. YHUBepCa/lbHas MpoLieypa OfucaHusl pakoBHH paspaboTaHa
J1. Paynom (Raup, 1962, 1966, 1967; Raup, Michelson, 1965; Payn, CraHiu,
1974). 3ameuatesibHO, UTO aJITOPUTM ONUCAHHS OKA3bIBAETCS €/IUHBIM J/1s1 PA3HO-
00pa3HeHINX PAKOBUHHBIX MOJIJIIOCKOB, BKJIOYAs MOHOMJIAKO(pOp, GPIOXOHOTHX,
JIByCTBOPUATBIX U FOJIOBOHOTHUX.

B ofuem Bume pakoBuHA MpeACTaBJsieT COOOH MOJYI0 PaCIIMPSIOULYIOCS
TPYOKY, YJ0KEHHYIO B0JIb criupa/u. Ee KoHuUrypaiuio B 0CHOBHOM ONpeaesiioT
ueTblpe napametpa: 1) popma obpasytolleil KpUBOK, KOTOPast SKBUBaJE€HTHA Ouep-
TAHHIO MOMEPEYHOro ceueHust TPyOKH; 2) CKOPOCTb pacluupeHust TpyOKu (yBeJsnde-
HUe 1MameTpa oGpagylollied 3a ofiH 060pOT); 3) pacCTosiHUE MexKy 06pasylolle
U OCbl0 Criupa/u; 4) war cnvpaju (paccTosiHie MexJy COCeHUMH 060pOTaMH)
(puc. 15 A).

HN3ob6parkenue pasHoo6pasusi pakoBUH B MPOCTPAHCTBE TPeX MapameTpoB
(uckJtouasi popmy o6pasyrolleil ) NOKA3bIBAET, UTO PeasibHO CYLIECTBYIOLIHE Opra-
HU3Mbl 3aHUMAIOT YacTb 3TOro npoctpaHcTBa (puc. 15 B). Cefiuac He H3BecTHO,
o Kako# MpuunHe GoJibliast MoJOBUHA TPOCTPAHCTBA MycTyeT. Heobxomumo otme-
THUTb, YTO NPUBEIEHHOE TIPOCTPAHCTBO (DAKTHUECKU SBJIsIETCS He MOp(OoreHeTHYE-
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OCb CMUPANU

wc

HAYTUNOWBEW

EPIOXOHOIME D

AT
LR

CP 10/
MOHOMAKO®OPbI

AOBYCTBOPYATbIE

Puc. 15. Pasnoo6pasue crniupasibHO 3aKpydeHHbIX pakoBrH. A) OcCHOBHbIE MOpPgOJIOTrHYecKHe
napametpol: OK — o6pasytomias Kpras (B JaHHOM cayqae — okpyxHocTsb), LIHC — mar
crniupanu, CP — ckopoctb pacuuupennsi, PO — paccrosinue ot o6pasytoriefi 1o ocu. b) Teo-
MeTPHYECKH BO3MOXKHbIE (POPMBI B pocTpaHeTBe Tpex napamerpoB. HO — Hecyuiectsyionme
pasnosuaoctu. [To: Raup, Michelson, 1965; Payn, Cransu, 1974; ynpoteHo.

CKHM, a JIMLIb FeOMETPUUECKHUM; Mbl He 3HAEM, B KAKOH Mepe pOCTOBble MEeXaHH3-
MbI CIOCOOHBI CPOPMHUPOBATL PAKOBHHbI, COOTBETCTBYIOLLME MyCTYIOLLIEH 00MaCTH.
He 3HaeMm 1 Toro, HackosibKo (hopMa pakoBHHbBI OTpaHHYEHA €CTeCTBEHHBIM 0T6O-
poM, TpeOYIOLMM BbINOJHEHHS] (PYHKIMH MAaCCUBHOH 3alIMThl OT MeXaHWYEeCKHX
BO3MEHCTBHUH (BKJIOUAsl XMLIHUUECTBO U BOJIHBI NPHGOS1), a Y Ha3eMHbIX PopM —
1 OT BbICbIXaHHsl. MO2KHO JIMLIB C OTIpeie/IeHHON YBEPEHHOCTBIO MoJlaraThb, YTO He-
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KOTOpbIe OrpaHHYeHHUsT Ha (POPMY XapaKTepHBI JIsl IBYCTBOPUATLIX B CBSI3H C 3aMbl-
KaHHeM CTBOPOK, a JUIsl TOJIOBOHOTHX U GPIOXOHOTUX — B CBSI3U C THAPOCTATHYEC-
Ko# yHkimer. Kpome Toro, npu riiaBaHuy U NpH KU3HH B BOIHBIX TOTOKAX M BOJI-
HaxX Mpu6osi pPaKOBHHA HCILITHIBAET COMPOTHUBJIEHHE BOJBI, MOITOMY ee dopma
MOXKET HMeTh CeJIEKTHBHOe 3HaueHHe (0OCY:KIeHHe THIIOTe3 Ha KayeCTBEHHOM
ypoBHe cM. B: Vermeij, 1995). Hanpumep, cyliecTBeHHbIM HEIOCTaTKOM PaKOBHH
C HECOIPHKACAIOIIMMUCS BUTKAMHU (GJIMKHUN HIXKHUH JIEBBIH Yrosl JUarpamMMbl
puc. 15 B) siBaisieTcst UX crocoGHOCTL BpaIIaThCsl B OTOKE M 3aKPYYHBATh TEJO
MoJuTiocKa. HeymuBrTesibHO MO3TOMY, UTO TaKie paKOBUHBI He BCTPEUYAIOTCS Cpey
HOPMAUIbHBIX TIPUPOIHBIX (PeHOTHITOB.

Bmecre ¢ TeM, ecsii paccMaTpUBaTh 3aHATYIO YacTh B BUJIE Peajd30BAHHOTO
MPOCTPAHCTBA BO3MOYKHOCTEH, TO OKA3bIBAETCS], UTO OHA HE CONEPKUT OUEBUIIHBIX
TMYyCTOT, YTO MOXKET SIBJISITHCS TIOATBE PXKIeHHEM TPUHIMITA HeOGXOIMMOTO 3aTI0JHe -
HUs. B naHHOM ciyyae [yisi Hac BaxKHO, UTO peasM30BaHHOE MPOCTPAHCTBO TPej-
cTaBJisieT co00H KOMITAKTHHI 06beM, a He COBOKYIHOCTb Pa3pO3HEHHLIX MSTEH:
B OTIpeJieJIeHHBbIX TpefiesiaX JoOble CoueTaHHsl MTapaMeTpoB SIBJSIOTCS OIHOBpe-
MEHHO MOp(OreHeTHUECKH BO3MOXKHBIMH U alalITUBHBIMHU. K aHaJI0rHYHOMY BBIBO-
Ty NIPUBOJAT GoJjiee COBpeMEHHbIE U TOUHbIE CIOCOOBI OMUCAHHUST (POPMBI PAKOBUH
(Dommergues et al., 1996; Tursch, 1997).

CxojiHOe BIleyaT/ieHHe OCTaBJsieT MOP(OJIOTHIECKOe pasHOOGpasie KOJOHHH
rUApOUIHLIX TTosiunoB (besoycos, 1975a, 19756). B otinune ot pakoBuH MoJutoC-
KOB, 3[IeCb MBI Y2Ke OIpeJieJIeHHO HMeeM JIeJI0 ¢ MOp(horeHeTHUECKUM MPOCTPAHCT-
BOM: pa3HooOpasve KOJIOHHH YKJIAIbIBAeTCsl Ha MJIOCKOCTH, OrPaHHYe€HHOH IBYMSsI
napameTpaMH, OTUCHIBAIOLIMMY aKTHBHOCTD SKTOAEPMBI M SHTONEPMBI; PA3JIHUHbIE
COYeTaHHsT 3HAUEHHH 3THX MapaMeTpPOB MPHBOMAT K Pa3BUTHIO KOHKPETHBIX (hOpM
THIPOMIIOB, 0OHAPYKUBAeMbIX B IpHpojie. [IpH 3TOM H3BECTHO, UTO HEKOTOPbIE Te-
OMEeTpPHUYECKH MBICJIUMbIE (DOPMBI 3aBEIOMO HEBO3MOXKHBI M3-3a CYIIECTBOBAHHS
MOp(oreHeTHIECKUX 3alPETOB Ha ONpefiesieHHble COUeTaHHsI MPU3HAKOB (HampH-
Mep, XapaKkTep BeTBJIeHHsI U H30THYTOCTH KoJioHu# ) (Besoycon, 1975a).

B stoM mpuMepe, Kak U B TpeIbIIyIeM, XapakTep pacripelesieHusl BUIOB
B MOP(OMPOCTPAaHCTBE HATIOMUHAET TO, YTO MOXKHO OXKHJATh B CJIyyae CripaBe/yIt-
BOCTH MPHHLMINA HEOOXOIUMOTO 3aroJHEHUsT: peasibHO CYIIECTBYIOLIHE (OPMBI
pacrioJiaratotest B rpejiesiax HeKOTOPOH YacTH MPOCTPAHCTBA TaKUM 06pa3oM, UTo
pacCTOsTHHST MeXKy HHMH MHOTO MeHblIIe TIPOTSKEHHOCTH IYCThIX 06J1acTel.

Hrak, pasnooGpasue opM, HabJIofatolIeecs B MpefiesiaX KaXKIoro TaKco-
Ha, TPeJCTaBIEHO OHTOTeHETHUECKH OCYIIIeCTBUMBIMU (DEHOTUTTAMH, KOTOpPbIE He
3arpelleHbl €CTeCTBEHHLIM 0T60POM. MIHBIMHU c/loBaMH, TPOCTPAHCTBO peasu3o-
BaHHBIX MOP(OJIOTHUECKUX COCTOSIHHE SIBJISIETCS MepeceyeHHeM TPOCTPaHCTB,
omnpeenisieMbIX TpeGOBaHUSIMU 0TGOpa M MexaHu3MaMmu Mopdorenesa. [IpuBe-
JIeHHble TIPUMepBhI MOKAa3bIBAIOT, YTO IBOJIOLHMOHHOE (DOPMHPOBAHHE peasi30-
BAHHOTO TIPOCTPAHCTBA MPOUCXOAUT MyTeM KOMIAKTHOTO 3arOJIHEHUsT OTpejie-
JIEHHOH o06J1acTH MOpP(OTeHeTHYECKOr0 TMPOCTPAHCTBA B COOTBETCTBMH
C TIpeJVIOKEHHBIM TIPUHIMIIOM MHHHUMAJbHBIX H3MeHeHHH. [losTomy 3HaHue
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CTPYKTYPbl 3TOTO MPOCTPAHCTBA MOXKET CJIYKUTb OCHOBOM JUIsl MPeABUIEHHUS NO-
Ka HEOTKPBITBIX (POPM KHU3HHU.

Bwmecte ¢ TeM, NpUHLUMIT MHHUMAJbHBIX U3MEHEHHUI HEe yHUBEpcaseH, U ero
NpUMeHeHHe UMeeT orpe/iesieHHble orpaHrueHns. MoXKHO roJiaraTh, 4To 00Cy:xa-
€MbIH NPUHLHKI TPUJIOKUM K SBOJIIOLIMHM 3KOJOTHYECKH OJIHOPOHBIX TPy, Korja
BH1000pa30BaHUE HIET 32 CUET OCBOEHHUSI Pa3/IMUYHbIX YacTel CPAaBHUTEIBHO OJHO-
poznHoro pecypca. [IpuHUMN MUHUMAJIbHBIX U3MEeHEeHUH npeacTaBisieT co60i HeKnH
aHaJIOT CUJIbI TSKECTH, IEACTBYIOLLEH B POCTPAHCTBE BO3MOXKHbBIX COCTOSIHUI: 3Ta
CuJla orpaHMyMBaeT pazHooOpasue, MPEnsTCTBYS CajlbTallMOHHOMY 06pa3oBaHMIO
3HAYMUTENBLHO YKIOHSIOLLHUXCS (hOpM.

OpHako NnpeioKeHHbIH MPUHLMIT — He eIMHCTBEHHbIH (hakTop, onpee/sio-
UM X0 popMooOpazoBaHusl. DBOJIOLMS ONMOPTYHUCTHYHA: €CJIM TOMYJISILHS
CTaJIKUBAETCSl C HOBBIM PECYpPCOM, KOTOPbIH OHa MOKET OCBOUTb, TO OHA OCBaMBa-
€T 3TOT pecypc, ObICTPO ananTUPYsCh K Gosiee SIKOHOMHYHOMY €ro noTpebJjeHHIo
1 U3MEeHSISICh TeM 3HauuTesbHee, YeM HeoObluHee HoBasl HUla. Hanpumep, npeiku
YCOHOTHX PaKoB MpeTepresd TpaHchopMallio KpaiHUX MacluTaboB, KaK TOJIbKO
UM TIPEACTaBH/IACh BOZMOXKHOCTb 3aHSITh CBOOOHYIO HHILLY, BOOOLIE XapaKTepHYO
JUIsl MOJLTIOCKOB. Tak ke 3HaYUTeJbHO U3MEHMJNCh aMducOeHbl (Ge3Horue npe-
CMBIKatoluecs, 6JIM3KHe K sIlepUllaM) TToc/1e repexosa K MoJ3eMHOMY pololleMy
00pagy ku3Hu. OueBUIHO, YTO B MOJOOHBIX CUTYaLUAX TPUHLMI MHHUMAJIbHbIX H3-
MeHEeHHH He eficTByeT. BepHee ckasaTb, OH €HCTBYET, HO TIPUTSZKEHHE IOCTYIHO-
ro pecypca oKasblBaeTcsl CHJIbHee: MycTasi Hulla, NoAoOHO BaKyyMy, BCacbiBaeT
OblcTpo npeoOpasyeT TakcoH. TeM He MeHee, BMOCJEICTBHH 3BOJIOLUS MOMKET
BHOBb MOKUTH 110 MyTH MUHUMAaJIbHOTO U3MEHEHHUS], €CJIM OCBOEHHasH HUlla 00J1a1aeT
JIOCTATOYHOH IHEProeMKOCTbIO W JIONYCKaeT Mocjeytollee o6pa3oBaHie BUJIOB,
pa3iesoLIMX MCXOAHYIO HULIY Ha MOJYMHEHHbIe alafTHBHbIE POCTPAHCTBA.
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[Tonenem utoru. B coBpemeHHOl GMOJIOTHH MOJHOCTBIO IOMUHHPYET TEOPHs
IBOJIIOLMH, HA3bIBAEMAs CUHTETHUECKOH. DTa TeopHsl OCHOBAHA HA KOHLIETLHH 3apo-
JIbIleBON MU1a3mbl ABrycra BelicMana («u3MeHeHHs! TeHOTHIIA ONPeIessiioT H3MeHe-
HUsl (PEHOTHIIA» ) K paCcCMaTPUBAET MHOr00Opa3ue SIBJICHUIN XKHUBOH MPUPOIbI HA A3bl-
Ke MOMNyJSUHOHHON IeHEeTHKH, OObSICHSS SBOJIOLMIO YKUBbIX CYLLECTB Kak Mpolecce
npeo6pazoBaHusi reHo(hoHI0B Monyasuuid. CoryiacHO CHHTETHUECKOH TE€OPHH, BOJIO-
L{sl TIPOUCXOIUT MO IEHCTBHEM TpeX dakTopoB: 1) myTauui (0lKMO0K pennKauuu
JHK) B renax, 2) pekoMOMHALMK MTPU KPOCCUHIOBEPE M MepeMellnBaHid HabopoB
XPOMOCOM BO BPEMs1 T0JIOBOTO PA3MHOXKEHUS U 3) €CTeCTBEHHOro 0T60pa.

Psn cienctBuii, BbIBEIEHHBIX H3 OCHOBHbBIX MOJIO?KEHUH CUHTETHUECKOH TEOPHH
IBOJIIOLMH, IPOTUBOPEUUT hakTaM. Teopusi TOBOPUT, UTO CKOPOCTb SBOJIIOLIMH 3aBU-
CHT OT pa3Ho00Opa3ust FeHOB, HHTEHCUBHOCTH X PEKOMOUHALIMK H CHJIbI €CTECTBEHHO-
ro oT6opa. 3HAYMT, MVIOOBUTbIE OPTAHU3MbI C KOPOTKHUM XKU3HEHHBIM LIUKJIOM J0JIK-
Hbl 3BOJIIOMPOBaTh ObicTpo. Ha camom nene, HanbGosiee OBbICTPYIO 3BOJIOLHUIO
npeTepriesu CJIOHbI U APYrHe MIIEKOMUTAIOLHE — CJIOZKHbIE CYLLIECTBA C MPOAOJIKH-
TeJIbHON HHIMBUIYabHOH 2KH3HbIO. Jlajiee, Teopusi Mpeioaraet, YTo IBOJIOLHUS He
MOKET HWJITH 32 CYET OJHOrO JIMLIb MyTAllHOHHOTO TIpoLecca, B OTCYTCTBHE PEKOMOU-
Hauuu. Mexy TeM, napTeHoreHeTHYeCKHe U GecroJible BHibl CIOCOOHBI K Ype3Bbl-
4aliHo ObICTPOH 3BOJIIOLMK U MTPU 3TOM He MeHee pa3HooOpasHbl, ueM (opMbl, pas-
MHOKAIOLLMECS T10JI0BbIM TyTeM. Bornpeku uieoiornt HeolapBUHU3MA, IBOJIIOLUS He
WIET B MOCTOSIHHOM CPEJIe H YacTO OTCYTCTBYET JAXKe B U3MEHSIIOLIMXCST SKOCUCTEMAX,
a penpolyKTHBHAS H30JISILUUSA U KoJieOaHUs TUVIOTHOCTH MOMYJSUMHA He SIBJSIOTCS J10-
CTATOUHBbIMH YCJIOBUSIMH BO3HUKHOBEHHSI IBOJIIOLIHOHHBIX U3MEHEHHH.

MtHorouncnentble aHHble MOKA3bIBAIOT, YTO MPOCTPAHCTBO BO3MOXKHOCTEH,
B [peJie/1aX KOTOPOro MOTYT 3BOJIIOMPOBATH OPraHU3Mbl, OrpaHHYeHO MOpdo-dyHK-
LMOHAILHBIMU U MOP(OTreHETHUECKUMHU (haKTOPAMH 3HAYUTENILHO CHIIbHEE, UeM Npeji-
noJiaraeT CUHTETHYECKAsi TEOPHsT IBOJIIOLMH. DTO 03HAYAET, YTO IBOJIOLHUS TpeOyeT
00bSICHEHHS] B TEPMUHAX, KOTOPbIE OTMUCBIBAIOT HE TOJILKO H HE CTOJIBKO TEHOM, CKOJIb-
KO BeCb OpPraHU3M B XOJIe €10 HHIUBUYalbHOTO Pa3BUTHSI U B3AUMOJIEHCTBHUS CO cpe-
N0l 06uTaHUs1. IHBIMH CJIOBaMH, BOJIIOLISI CONPOBOKIAETCS TeHETHUECKUMH H3Me-
HEHHUSIMH, HO HE CBOJUTCS K HUM.

[IpuurHOI HeaeKBATHOCTH CUHTETHUECKOH TE€OPHH IBOJIIOLMH SIBJISIETCS HErpa-
BOMEPHOE JIOMYLIEHHE O YKECTKOM COOTBETCTBHM MEXIy MeHOTHIIOM M (DEHOTHIIOM.
[lo 3Toii NpUUKHHE CHHTETHYECKAS TEOPHSI TIPUHLIMITHATLHO HECOBMECTHMA ¢ GHOJIOTH -
€l pa3BUTHS U APYrHMH pasiesaMu OMOJIOTHYeCcKoro 3HaHus. B peasibHOM mpotiecce
IBOJIIOLMH OJIHOBPEMEHHO TPOUCXOIUT cMeHa (DyHKLIMI F€HOB M M'eHEeTHUECKOE Tepe-
onpezieieHre NPU3HAKOB. B pesyJibrate Kak/plil 1ar SBOJIOLUHH U3MEHSIET CTPYKTYPY
COOTBETCTBHSI MeXKy PeHOTHIOM U reHoTUrIoM. CJie10BaTe/IbHO, SBOJIOLUIO (PeHOTH -
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OB HeJIb3s1 OMTMChIBATH B TEPMUHAX I'€HOB, KaK MPH MepeBojIe C OIHOTO 513bIKa HA JIPY -
TOM HeJib3s1 M0JIb30BATLCS CIOBAPEM, CMBICJI TEPMUHOB KOTOPOTO BCE BPeMsi H3MeHsI -
etcst. [1o aToll mpuuMHe K SBOJIIOIMY B 11€JI0M HEMPUJIOKUMA KOHLEMIIHS 3apoJiblliie-
Bo¥ nyiasmbl A. BeficMana W ocHoBaHHasi Ha Hell COBpeMEHHast CHHTETHUECKAsT TEOPHSt
sBoJiolk. PakTHueckH, yToOb! ¢/le/IaTh CHHTETHUECKYIO TEOPHIO YCTOHYHBOH T10 OT-
HOILLIEHHIO K BbICKA3bIBAEMOU KPUTHKE, CJIEIyeT OrPaHUUMTh KPYT KOMIETEHIHH TeOo-
pHH JIMHAMUKOH reHeTHYECKOTO COCTABA MOIYJISIIIUHI.

HcnosbaoBanne opraHu3MOIIEHTPHIECKOH TePMUHOJIOTHH BO3MOXKHO B paMKax
TEOPHUH, TaKXKe OCHOBAHHOH HA TMOHSITHH O €CTECTBEHHOM OTGOpE, HO JIalollel HHble
NpeJCcKas3aHusi, 4acTh KOTOPBIX MPOTHBOIOJIOXKHA BBIBOIAM HeollapBuHU3Ma. Takast Te-
opusi chopmyiuporana M. A. Iuukuubiv B 1980-X IT. ¥ ostyum/ia Ha3BaHKWe SMHre-
HeTHUEeCKOH. DTa TeopHst ajibTepHATHBHA HEOJAPBUHHU3MY U pPACCMATPHBAET IBOJIO-
LIMI0 KaK M3MeHeHHe, HauMHAalollleecsl B 9KOCHUCTEMe U 3aKaH4YMBalolleecss B TeHoMe
MOTTYJISILHY.

[TpuposiHbie (PeHOTHITBI MOCTOSTHHBI B CHJTy CBOEH ONTHMAJILHOCTH 110 OTHOILIE-
HHUIO K 3aHUMAeMOH SKOHHIIIE: IMKHH THIT COOTBETCTBYET OJTHOMY M3 JIOKAJbHBIX MUHH -
MyMOB 3HEPro3arpar B MPOCTPAHCTBE BO3MOXKHBIX (heHOTUTTHUECKHX COCTOSIHUH, MO~
3TOMY B YCJOBHSIX CQOPMHPOBABIIIEHCS HUILIM H3MeHeHHe HOPMaJIbHOTO (DeHOTHIIa
3arpeliieHo ecTecTBeHHbIM 0T60poM. Kak ciieficTBHe, 3BOJIOIMS BO3MOXKHA TOJILKO
B He0OPAaTHMO H3MEHSTIONIEHCs CpeJie U MPeJICTaBIsieT cOO0H MpPoLeCce Mepexoia Mex-
Jly IByMs CTaOUIILHBIMH (DEHOTHITHUECKUMH COCTOSTHHSIMH.

C TOUKM 3peHHst STUreHEeTHIECKOH TEOPHH 3JIEMEHTAPHbIN SBOJTIOIIMOHHDIN [IHKJI
COCTOMT U3 MOCJIENIOBATENBHBIX CTA/IUH YTPaThl U NPHoOGpeTeHHsT (PeHOTHITHYECKOH yC-
TorunBocTH. Ha nepBom ararie npexxjie cTabuibHbIN (PeHOTHTT MOMAIAeT B HEMPHUBLIU-
Hble YCJIOBHSI pa3BUTHsl U 0OUTaHUsl. B HOBBIX yCJIOBUSIX (peHOTHUTTHYECKAS! YCTOHYH -
BOCTb yTpauMBaeTcsi, W TOMYJSIUS CTAaHOBUTCS GoJiee H3MEHUMBOH, MOPOXKIAst
HeTHMUUHble PeHOTHITBl — MOpP(O3bl, KOTOPbIE TOMYJISILUS MPEJIOCTABISIET €CTECT-
BEHHOMY OTOOPY B KaueCTBe ChIPOTO MaTepuaJia Jijist JabHellleH SBOJIOLIHH.

Ecim onun 13 Mopdo30B 0KasbiBaeTcst CIoCOOHBIM CYIIIECTBOBATH B HOBOH Cpe-
Jie, To cTaGWIM3HPYIOUIMH 0TOOP COKpalllaeT U3MEHUMBOCTD MOMYJISILIAA U TIPUBOJIUT
K FeHETHUECKOH aCCHMUJISILIAM 3TOro Mopdosa. ACCUMHUIISILIHS KaXK0ro Mopgosa Bo3-
MOKHA Ha OCHOBe GOJILILIOTrO YHC/Ia TeHOBAPUAHTOB, MOSTOMY HAJIMUHe KOHKPETHBIX
aJuleiell U X COUeTaHWH He OKA3bIBAeT BJIMSIHUSI HA XapakTep 3BoJiotinn. CrenoBa-
TeJIbHO, HET OCHOBAHWH OIMKMCBIBATH SBOJIIOLIMIO KAK MPOLECC PACPOCTPaHEHUsT OT-
JIeJIbHBIX aJuiesiel B reHodoHzie nonyssiii. Mopdoab! SBJsSIIOTCS HaYa/IbHOH cTajiel
3BOJIIOIMM ¥ OTYACTH OMPEENSIIOT MyTH, M0 KOTOPbIM WIET 3BOJIIOLIMS OPraHu3MOB.
JlanbHelIil ecTeCTBEHHBIH OTOGOP MPUBOJUT K CTAHOBJIEHWIO HOBOTO YCTOHYHBOIO
(heHoTHMA, JIOKAJLHO ONTUMAJILHOTO 110 OTHOIIEHHIO K 3aHUMAeMOi SKOHHIIIE H OTBe-
Yalolero 3aKOHOMEPHOCTSIM CTPOeHHsT, OOLIKM JIJIsi CTapIlero TakKCoHa.

B oryinune ot cuHTETHUECKOH TEOPHH, SMUTEHETHYECKHH MOJIXOJ] K HCCJIeIoBa-
HHUIO 3BOJIIOLIMH JIOMyCKAeT CBOGOIHOE TIPOsiBIEHHE 3MOPHOJIOTHIECKHX 3aKOHOMEp-
HOCTeH 1 M0STOMY MOXKET CJIy>KHUTh OCHOBAHHEM JIJIsi CyIIIeCTBEHHO 6oJiee IHPOKOro
3BOJIIOIMOHHOTO CHHTE3a, BKJIIOYAIOIIEro Kiaccuieckue JlapBuHoBCKHe U JIamapkoB-
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CKHe MeXaHU3Mbl, a TaKxKe 3HAUHTEeJIbHOE YUCJIO COBPEMEHHbIX KoHUenuui. Orpanu-
YEHHBIH CMIEKTP COCTOSIHUI, B KOTOPblE MOXKET Pa3BUTbCS Ta MJIH MHAst MOPgoJIorHye-
cKasl CTpyKTypa, 00ycJlaBJIMBaeT HOMOTEHETHUECKYIO COCTaBJSIOLLYIO SITUIeHeTHYeC-
KOH TEOpUU: B pe3yJibTaTe ornpe/ie/eHHOro 9KOJ0THUECKOro M3MEHEHHs OIMH U TOT 2Ke
Mopo3 0IHOBPEMEHHO PAa3BMBAETCS y MHOXKECTBA 0co0eil JaHHoi nonyJsuuu. [1o-
CKOJIbKY XapakTep HauyaJibHOrO 3BOJIIOLIMOHHOTO H3MEHEHHsl He CJlyyaeH, TO BCTpeya
JIBYX pa3HONoJibIX 0cobek, 001a1al0lIMX OIMHAKOBBIM HOBBIM IPU3HAKOM, He SIBJISIET-
sl MAJIOBEPOSITHBIM COObITHEM. TaKUM 00pa3oM, SMUreHeTHUECKU MOJXO/L TPeooe-
BaeT «kolMap JLKeHKUHA», PeJICTABJISIIOLLMH TPYAHOCTD YISl CHHTETHUECKOH TEOPHH
9BOJIIOLMH. 3aKOHOMEPHBIH Xapaktep (opMUpPOBaHUs MOP(O30B TakkKe 0ObSICHSET
BO3MOKHOCTb MOBTOPHOTO BMI006PA30BaHHsl — SIBJIEHHs], HE HMEIOLLEro 00bsiCHe-
HUH C MO3HLMH CHHTETHYECKOH TEOPHH.

AnureHeTHYECKast TEOPUST paCCMATPUBAET IBOJIIOLIMIO KaK peoGpa3oBaH1e OH-
TOreHe3a MOJ KOHTpoJieM OKpy:katoulel cpenbl. [losTomy cdepa KoMneTeHTHOCTH
SMUreHeTHYeCKOH Teopuu orpaHuyeHa. Hampumep, Teopusi He NaeT npeickasaHuil
0 CKOpOCTH M MaciuTabax 3BOJIIOLMOHHBIX Ipeo0pa3oBaHuil, paccMaTpHBasi 5TH napa-
METPbI 3BOJIOLIMH KaK (DYHKLMIO €MKOCTH HOBOH alanTHBHONH 30HbI, OCBaMBaeMOH
9BOJIIOUPYIOLLUM TaKCOHOM.

Bmecre ¢ Tem, anureHeTHyecKasi TEOpPUsi CTABUT HOBbIE MPOOGJIEMbI, B CHJTy Yero
SIBJISIETCS TAPAIUTMON, CTIOCOOGHON HaNpaBJ/IsATh OUOJOrHYECKHE HCC/IeIOBAHHMS T10 TTy-
TH TOJy4eHHs] Ka4eCTBEHHO HOBBIX JaHHbIX. Tak, sMureHeTHYecKas Teopusi MpU3HaeT
JIBa OJIHOBPEMEHHO JHCTBYIOLLKX hakTopa GHOJI0rHYecKoro popMooOpa3oBaHust: ce-
JIEKLMOHHBIH ( BHELLIHUI MO OTHOLIEHHUIO K OPraHH3My) U MOpdoreHeTHYeCKHH (BHYT-
peHHuit). JleficTBHe MepBoro NposiBJsieTcsl B aHAJIOTHSIX — MPHU3HAKAX KOHBEPreHT-
HOTO CXOJICTBA, BO3HUKAIOLLMX MPH alanTallii pa3jiMiyHO OPraHH30BaHHBIX CYLIECTB K
CXO/IHBbIM YCJIOBUSIM OOMTaHUsl. BuiusiHne BHyTpeHHero gakropa OYeBHAHO MPH He-
a/lanTUBHOM MapaJlieJIbHOM CXOJICTBE POACTBEHHBIX (hOpM (roMoJlorHyecKue psijpl Ha-
crencrBenHol uamenunBoctu H. M. BaBunosa). Mopdoreneruueckuii daxrop cBs-
3aH ¢ 0TGOPOM B MPOLILJIOM, HO HE 3aBMCHT OT HEro B Xojle KaKIoro HOBOIO aKTa
IBOJIIOLIMU: CTIEKTP POPM, KOTOPbIE COCOOEH MOPOJUTH OPraHU3M, TOJHOCTbIO Ofpe-
JeJ1s1eTesl SMOPHOHABLHBIMY MEXaHH3MAMH H ITPEICYLIECTBYET M0 OTHOLIEHHIO K Hava-
Jy 9BOJIOLIMOHHOTO U3MeHeHHs1. B3anMHasi He3aBUCHMMOCTb JIBYX (akTopoB hopmMo0o6-
pa3oBaHusi 0Oyc/laBJIMBAaeT HeOOXOIMMOCTb BBEIEHHSI B OHOJIOTHIO TOHSITHS
JIOTIOJIHUTENILHOCTH 110 Bopy, c/ieicTBHEM KOTOPOH SIBJSIETCSl NTPUHLMITHAbHAST HEO-
npeieJIeHHOCTb (HEMOJIHOTA ) JII06Oro 00bsICHEHHST (POPMbI CYLLIECTB: KaxXK/Ibli U3 (hop-
Moo6pagyloliyx hakTopoB 06J1aaeT CBOeH 06J1aCTbi0 KOMIETEHIIUH C COGCTBEHHBIMH
NpaBUJIaMK BbIBOJIA CJIEACTBHI; HE CYLLIECTBYET [TPABHJI JIOTHUECKOTO Mepexoia MexK-
Jly TpyNIaMu siBJIEHHH, CIydalHbIMH M0 OTHOLLUEHHIO APYT K APYry; B3aHMOJEHCTBHE
(haKTOpOB MPOSIBJISIETCS JIMILIb B BUE OrpaHUueHus popMooOpa3oBaTesibHbIX BO3-
MOXKHOCTEH JIpyT Jipyra.

[Tomxon K CHUXKEHHIO Heorpe/ie/IeHHOCTH OCHOBAH Ha MPUHLIMIIE SBOJIIOLIMOHHOH
crabunusaunn gynkuui H. B. Kokiaiickoro: B 5BOJIIOLMH OpraHu3M MeHSIeTCs TakK,
YTO (PyHKLIMH OPraHU3MEHHOTO YPOBHSI COXPAHSIIOTCS HEM3MEHHBIMH, TOTJIA KaK repe-
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CTpOKKe MOJBEPraloTcsl HHXKHHE YPOBHM (DYHKLHMOHAJIBHON HepapXuu. DJeMeHTbI
BBICLLIMX YPOBHEH B3aHMOJIEHCTBYIOT ¢ GOJIBLIMM UMCIOM yacTel opraHuama. CooTBeT-
CTBEHHO, UeM BbILlE YPOBEHb, HA KOTOPOM MTPOMCXOIUT U3MEHEHHE, TeM GoJiee MOTHOH
nepecTpoiKe MoJBepraeTcsi OpraHuaM. DBOJIIOLIMS 2Ke HIET Tak, 4ToObl 0611as cymma
U3MeHeHUH Oblla MUHUMaJIbHA. DTO NPaBHIIO 0003HAYEHO KaK «TIPUHLMIT MHHUMaJIb-
HbIX H3MEHEHHH B 5BOJIIOLMK». BesiecTBre 3TOro npasuia, ueM 6oJiee BbICOKHH TaK
Hepapxuu 3aHUMaeT PyHKLHs, TeM 6oJibliiee YUCI0 aIaNTHBHBIX IPM3HAKOB HECYT Bbl-
MOJIHSITOLLME €€ CTPYKTYpbl. HeM HiKe 1o Hepapxuu — TeM hopma cTpyKTyp Ge3pas-
JInyHee 1151 0T60pa, TeM GoJiblie CBOGO/b! W11 MPOsIBJIEHHST MOP(OreHETHIECKHX 3a-
KoHoMepHocTel. [lo3ToMy NpH3HAaKH BBICOKMX YPOBHeH MOPdO-(hyHKLIHOHAIBHON
Hepapxuu MoJydaloT oObsICHEHHE CKOpee B TEPMHUHAX aJanTallii, a YepTbl HU3LIHMX
YPOBHEH — Ha OCHOBaHMH 0COOeHHOCTeN MoporeHesa.

AnureHeTHYeCKasi TEOPHsT IBOJIIOLMH U BbITEKAlOLLlee U3 Hee MOHSITHE IOMOJHHU -
TeJIbHOCTH (haKTOpPOB GHOJIOrHYECKOro (hopMoOGPa30OBaHHsl MOXKET CJIy»KHTh OCHOBOH
U151 HOBBIX LLIArOB B PA3BUTHH T€OPHUH OHMOPa3HOO6pa3nst — TeopeTHyeckoi Mopgo-
JIOT'HH OPraHW3MOB, MO3BOJISIIOLLEH MTPECKA3bIBATH 0KA HEOTKPHITHIE (DOPMbI 2KU3HH.
Teopust 6GuopazHooOpasusl A0/KHA BKJIOYATH METO/bI, MO3BOJSIOLIME OMPEEIHTh
NPOCTPAHCTBO, B MpeJesiaX KOTOPOro OPraHu3Mbl JAHHOTO TAKCOHA MOTYT IMCKPETHO
U3MeHsATbes. [1pocTpaHCTBO BO3MOXKHBIX (DEHOTHITOB MOXKHO MOCTPOMTh, HCXOMS U3
MOCBIJIOK, OCHOBAHHBIX JIMGO Ha TPeOOBAHUSIX €CTECTBEHHOr0 0TOOpA, MpeNbsBJsie-
MbIX JAHHOH CTPYKTYpe B JIAHHBIX YCJIOBHSIX CYLLIECTBOBAHHS, JMOO HA MeXaHH3MaX,
YIPaBJISIIOLIMX XOI0M MopdoreHesa oco0eill JaHHOTO TaKCOHA B JIAHHOH cpejie, rie
NPOUCXOUT HHAUBHIyaJIbHOE PA3BUTHE.

B coBpemeHHoil Guosiorud ucnoJgb3yloTes o6a nomxona. [Ipumepst mopdo-
(hyHKLMOHAJIbHBIX TIPOCTPAHCTB CBSI3aHbI C aaNTHBHLIMH TPe0OPa30BaHUSIMH MOJbS1-
3bIYHOTO anrnaparta cajlaMaHp, KHHEMAaTHKH MaLIyLLEero 1oJeTa HaceKoMbIX H (hOpMbI
KPblJIbeB ancTo06pasHbIX NTULL. [ IpuMepbl MOphoreHeTHIECKUX MPOCTPAHCTB HJLJTIOC-
TPUPYIOT pasHooOpasve crnocoO0B PAcMoOKEHHS] OPraHoOB Ha CTeOJISIX pacTeHHH,
MOPOJIOrHH PAKOBHH MOJIIOCKOB M KOJIOHHH MHAPOUIHBIX MOJUINOB. Bee naBecThble
NpHUMeEPbl MOKA3bIBAIOT, YTO CYLLIECTBYIOLIME (DEHOTUIIBI 3aHUMAIOT KOMIAKTHYIO0 00-
JIACTb B POCTPAHCTBE MOP(OreHEeTHIECKH BO3MOXKHbBIX COCTOsIHUE. [1pH 5TOM peaJu-
3YIOTCSl BCe a/laNTHBHbIE BAPHAHTBI — pealM30BaHHOE MPOCTPAHCTBO HE COAEPHKHUT
npo6esioB. EcJii xke B npejiesiax NPOCTPaHCTBA peasiH30BaHHbIX BO3MOXKHOCTEH OTMe-
YaloTCs He3aroJIHEHHbIE YYacTKH, TO 3TO 03HAYAET, YTO B IPUPOJIE CYLIECTBYIOT (hop-
MbI )KU3HH, COOTBETCTBYIOLLME STHM Yy4acTKaM, HO 10K He 3aperucTpUpOBaHHbIE U He
UCCIIelOBaHHbIE.

B utore, snureHetTuyeckasi TeOpHUst U COBMECTHMbIE C Hell TMOXO/bI K HCC/1e/10Ba-
HHIO MaKpPO3BOJIIOLIMK MOTYT MPETEHI0BATh HA POJIb HOBOT'O SBOJIIOLIHOHHOTO CUHTE3A.
CocTouTCsl TaKOH CHHTE3 MM HET, MOKAXKYT TOJIbKO JasibHellast paboTa U KaK MOzK-
HO 6oJiee LHPOKOe 0OCY2KIEHHE STTUIeHETHYECKOH TEOPHUH SBOJIIOLIMH.



SUMMARY

This book should be of interest to all biologists, both experts and students, who
are interested in unsolved problems of the evolutionary theory. The existing view of
evolution called the synthetic theory, or neo-Darwinism, was formulated in 1920-30s
(Tschetwerikoff 1926; Haldane 1932; Fisher 1930; Wright 1931; Dobzhansky 1937,
Huxley 1942) and remains the best developed paradigm in theoretical biology. The
synthetic theory combined the Darwinian concept of natural selection with
Mendelian genetics. Neo-Darwinism states that genes of organisms accidentally
change (or mutate) in the course of DNA replication at meiosis. Mutations normally
are recessive. Thus, the mutant genes are not expressed phenotypically right after the
change: they are said to remain hidden in genotypes. However, expression of any
gene depends on other genes in the genotype. Hence, the role a new mutant gene
plays in determining the phenotype constantly changes as a consequence of the genic
and chromosomal recombination that occurs at reproduction. Eventually, the recom-
bination generates the genic composition in which the mutant gene acquires a phe-
notypic expression that can be assessed by natural selection. Whenever the newly
generated phenotype can survive and reproduce (i. e. is adaptive), its genotype is
transferred to the organism’s descendants. Accordingly, a stable change in the gene
pool of a population of organisms is called evolution in the neo-Darwinian sense.
Thus, the most important factors causing the evolutionary transformation of organ-
isms are genic recombination and natural selection.

Many authors believe that the neo-Darwinian paradigm is weakened by not
having a developmental perspective. Hence the recent attempts to incorporate
aspects of developmental biology into the synthetic theory framework (e. g.
McKinney & McNamara 1991; Hall 1992; Jablonka & Lamb 1995; Rollo 1995).
However, some authors hold that developmental biology and neo-Darwinism are in
principle incompatible (Shishkin 1992): neo-Darwinism assumes there are reliable
genotype-phenotype correlations (otherwise it would not be possible to explain evo-
lution in the terms of genic frequencies), whereas there are many examples from
developmental biology that indicate the absence of such correlations.

Meanwhile, not withstanding the compatibility of neo-Darwinism and develop-
mental biology, there are reasons to doubt the adequacy of the synthetic paradigm, as
it makes several false predictions. The first inconsistency involves the rates of evolu-
tion: contrary to theory, complex organisms evolve faster than simple ones
(Rasnitsyn, 1987).

Second, the theory states that evolution cannot proceed in the absence of
recombination (Stebbins 1950). Nevertheless, asexuality is the initial condition in
many groups (Maynard Smith 1978), which are no less diverse than those reproduc-
ing bisexually (Vavilov 1922). Hence taxa are able to evolve even after they have
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stopped reproducing bisexually (Maynard Smith 1983). Moreover, the only experi-
ment that resulted in the origin of a taxon reproductively isolated from its parental
population was conducted on organisms reproducing parthenogenetically without
meiosis, i. e. in the absence of or at drastically reduced recombination of genes
(Shaposhnikov 1961, 1965, 1966).

Third, the synthetic theory predicts that evolution is impossible, when a popu-
lation is deprived of hidden genetic variation. Therefore, haploid organisms should not
evolve or only extremely slowly evolve (Rasnitsyn 1980). All mutations in haploid
organisms are immediately expressed phenotypically. Since mutations are usually
deleterious, mutant individuals should not mate; their genotypes cannot offer suffi-
cient genic material for recombination. Thus, natural selection is deprived of oppor-
tunity to transform deleterious recessive mutations into new useful dominant genes.
Nonetheless, insects in which one sex is haploid (e. g. hymenopterans) have under-
gone no less intensive evolution than the taxa in which both sexes are diploid.

Fourth, according to the synthetic theory, any isolated population must eventu-
ally evolve into a new taxon, since the absence of gene flow from adjacent populations
enable mutation and recombination to generate unique genotypes. Because no two
absolutely identical environments exist on earth, the character of natural selection
also differs in different geographic locations. Hence, growth of genetic barriers to
reproduction is just a question of time (Maynard Smith 1958). However, isolation is
neither necessary nor sufficient for speciation. On one hand, neighboring populations
are known that do not mix although are well able to cross in experimental conditions
(see the «area effect» in Cain & Currey 1963). On the other, many populations sep-
arated by the continental drift more than 80 min yr ago still belong to the same
species (Rasnitsyn, 1987).

Fifth, fluctuations of population density must be followed by evolutionary events
(Timofeeif-Ressovsky et al 1977; Vorontsov 1980). Mass outbreaks should provide
excellent conditions for action of all neo-Darwinian factors of evolution: almost all
individuals survive as population density increases, next all the generated genetic
diversity is subject to catastrophic selection. That is why it looks unusual, from the
viewpoint of the synthetic theory that no evolutionary significant changes have been
reported for species exhibiting periodical mass outbreaks (Rasnitsyn, 1987), the
more so that many economically important species have been intensively studied
through decades and even centuries.

Sixth, following from neo-Darwinian axioms, a species cannot originate twice,
owing to randomness of the processes generating new genes and their combinations.
By contrast, several species of domestic plants were first selected by man in the pre-
historic time, so that the ancestors of these species remained unknown. In our era,
these species were again «resynthesized» by means of hybridization of certain wild
plants (Dobzhansky 1951). Even the assumption that mutation is a constrained
process cannot explain how it would be possible to generate a copy of the genome of
the previously existing domestic plants from the genomes of their probable ancestors
after hundreds and thousands generations of allopatric life. An analogous result was
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obtained by Shaposhnikov (1966). In his experiment, the aphid Dysaphis anthrisci
majcopica Shap. adapted to feeding on a novel host plant, Chaerophyllum macula-
tum, and became reproductively isolated from its parental population. At the same
time, these aphids morphologically converged to and started to cross with D. chaero-
phyllina Shap. — a species normally feeding on C. maculatum. Thus, not a new but
a previously existing species was generated.

Summarizing, a number of well established facts contradict conclusions derived
from the synthetic evolutionary theory. How could we improve the situation? Two
methods are thinkable to remove the existing contradiction between the theory and
observations. First, we can hope the inconsistencies are owing to a shortage of our
knowledge of the organisms. Thus, future research in population genetics will hope-
fully explain why complex beings evolve faster than simpler ones, as well as resolve all
other above stated queries. The second method implies creation of a new theory. To
be on the safe side, both methods should be tried.

What kind of a theory can be suggested? The answer is offered by neo-
Darwinians who ascribe the constancy of living forms by developmental and morpho-
functional constraints on evolutionary change (Lande 1980; Charlesworth et al.
1982). The idea of constraints looks very natural: an organism can be transformed
only by means of a strongly restricted number of methods determined by morpholo-
gy and ontogeny of the organism (Wake 1982; Roth & Wake 1985). Deviations from
an appearance typical of a given taxon disturb adult and/or embryonic functions and
thereby are prohibited by natural selection. Owing to multiple limitations, living
beings are similar in mathematic sense: their morphologic and physiologic parame-
ters obey certain allometric regularities that have been described in a plenty of litera-
ture sources, beginning from the monographs of Huxley (1932) and D’Arcy
Thompson (1942).

The constraint concept is attractive. It explains in a believable manner the mor-
phologic stasis and the absense of evolution under strict isolation and abrupt popula-
tion fluctuations, the paraphyletic (repeating) taxa origins, and even the acceleration
of evolution at the increase of organismal complexity. However, if these explanations
are true, an adequate evolutionary theory must be expressed in terms of organismal
morphology and development, whereas the synthetic theory considers morphology
generating mechanisms as just constraints, i. e. as something foreign. Indeed, real
organisms are more than just «the vehicles for genes» (Goodwin 1997): their partic-
ular morphologies are largely determined by reasons other than genome composition.
Hence, evolution can be more than just allelic substitution. Thus, whenever we con-
sider evolution as the historic change of organismal morphology, we would need an
«organismocentric» rather than «genocentric» approach (Goodwin 1997).

Fundamentals of an organism-centered evolutionary paradigm were formu-
lated by Mikhail A. Shishkin (1984, 1987, 1988) who put forward a view on evolu-
tion as a process of transformation of ontogenies, first formulated by Conrad
Waddington (1940, 1957, 1975) and Ivan Schmalhausen (1949). One of the prin-
cipal properties of phenotypes is their resistance to changes occurring both in envi-



132 SUMMARY

ronment and in genome. Hence a theory of evolution must be able to explain, how
transition is made from one stable phenotypic state to another. The transition starts
after alteration of environment which in a non-specific way disturbs co-ordination
of developmental processes. As a result, stability of normal ontogeny decreases,
and variation of population grows, since the developmental system generates a
considerable number of abnormal phenotypes (morphoses) along with production
of the previous norm. The morphoses are unreliably inherited. However, they pres-
ent material for further natural selection. Whenever one of the newly generated
phenotypes appears to be able of living in the changed environment, then selection
leads to its genetic assimilation, restructuring the genome of the population.
Consequently, an initially non-inherited morphosis becomes a reliably inherited
new norm acquired by the majority of developing individuals. This approach to evo-
lution based on Waddington’s concept of genetic assimilation of morphoses and on
Schmalhausen’s concept of stabilizing selection represents a paradigm which is in
fact alternative to the currently predominating synthetic theory: evolution begins
from phenotypic changes and ends at the germ cell genome rather than the oppo-
site, as predicted in the synthetic theory. Mendelian factors are considered here as
relations between alternative ontogenetic trajectories, and hence are products of
evolution rather than raw material for evolutionary change. The proposed paradigm
can be termed «epigenetic theory of evolution».

A major philosophic property of the epigenetic theory is its view of the organisms
as whole entities in which each part behaves to maintain stability of the whole in its
environment. Hence, the whole determines behavior of the parts, e. g. phenotype
determines the organization of its genotype. By contrast, the synthetic theory
assumes that gene characters govern the evolutionary behavior of the organisms.

Thus, evolution is accompanied by genetic changes, but is not restricted to
them. In fact, macro effects of natural selection should be viewed irrespective of
genetic properties of the organisms and are much more strongly dependent on their
enviroment and morphofunctional organization. The approach presented in this book
accepts logics contrary to the neo-Darwinian perspective: genome alteration is even-
tual, but not the starting point of evolution (Krasilov 1984). Meanwhile, the epige-
netic concept allows adequate interpretation of the existing genetic knowledge in
morphologic and developmental terms (Liubarsky 1996). Actually, the epigenetic
theory is no altenative, but a more general concept related to neo-Darwinism: accept-
ing the epigenetic concept, we will not lose knowledge accumulated to date, but
instead obtain novel perspectives to further develop evolutionary biology.
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