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INPEJVCJIOBUE

W3yueHne OHOJIOTHYECKOTO PasHOOOpA3Ms elle
He TaK JIaBHO TPEJCTABIISITIO MHTEPEC JIT HEMHOTHUX
CHENNAIMCTOB €CTECTBEHHOHAYYHBIX MY3€€eB M aKa-
NEMWYECKUX WHCTUTYTOB. CHUTyammss KapauHAJIbHO
usMeHUIach Bo BTopoil nosoBuHe XX Beka. [losB-
JieHV€ HOBBIX IUTOJIOTUIECKUX Y MOJIEKYJISIPHBIX Me-
TOAUK MO3BOJIIO 60Jlee HaZIeKHO PasiudaTh BUJBL.
B 2007 r. ob1iee 4MCI0 OTKPHITHIX BUAOB OaKTEPUH,
rpuboB, pacTeHWi ¥ XUBOHBIX OlleHWBasOCh B 1.7
MUJITHOHOB. YHCJIO elle He OTKPHITHIX BUOB MOKET
npeBbIiniath 10 MULTHOHOB.

B konne XX Beka HallMOHAJbHBIE TTPABUTEIHCTBA
0CO3HAJIM HEeOOXOAUMOCTh COXPaHEHMs OHOJOrnYe-
CKOTO pa3HOOOpasus, MMOCKOJIbKY B HEKOTOPBIX YsI3-
BUMBIX palioHaX 3eMJIM TEeMIbI BHIMUDPAHUS BUIOB
OKA3JIUCh COMOCTABUMBIMHM C TEMIIAMU OIMCAHUS
HOBHIX Bu0B. B 1992 r. 60JbIIKMHCTBO CTpaH IOZ-
mucano «KoHBEHIIUIO 0 GMOIOTUYECKOM Pa3HOOOpa-
3UM», B3sIB Ha ceOs 00s3aTeIbCTBa MO0 COXPAHEHUIO
BUIOB ¥ WX IIPUPOIHOM cpembl obuTanus. B pamkax
HOATOTOBKU 3TOM KoHBeHIHU B 1990 1.

3oosnornyeckuit U bBoraHuueckuit MHCTUTYTHI
PAH npoBesnu coBemanue Ha TeMy «buosorndeckoe
pasHooOpasue: MOAXOAbl K H3Yy4YEHUIO U COXpaHe-
HUI0». MHOIMeE IOKJIa bl Ha 5T KOH(pepeHIN ObLIH
TTOCBSIIIIEHBI TEOPETUYECKUM BOTIPOCAM CHUCTEMATH-
ku. CoxpaHeHue GHOJOTMYECKOTO PasHOOGPa3Hs
HEBO3MOKHO 0€3 Pa3BUTHUS CHCTEMATUKU — HAyYHOI
JUCITUILIMHBI, OCHOBHasl 3ajJladya KOTOPOM — pas-
paboTKa IIPUHIUIIOB KIacCU(UKAIIMKA KUBBIX Opra-
HU3MOB. CTpaTerusi COXpaHEHUS JKUBBIX OPTAaHU3MOB
BO MHOTOM 3aBUCUT OT TOTO, HACKOJIBKO MTPABUIBHO
OTIpeZIENIEHO MX CHCTEMATHYECKOe MOJOKEHNE U 13-
VUYEHBI UX YHUKAJIbHBIE CBOUCTBA.

CraHOBJIEHVE COBPEMEHHOW IMBUJIN3AIUU CBSI-
3aHO C aKTUBHBIM KCITOJIb30BAHMEM DPACTEHWH, JKU-
BOTHBIX ¥ MUKPOOPTraHu3mMoB. OMHAKO KOJMYECTBO
BU/IOB KyJIBTYPHBIX PACTEHUN U CETbCKOX03sIIICTBEH-
HBIX KMBOTHBIX HMYTOXHO IO CPABHEHMIO C OOIIUM
KOJIMYECTBOM BHJIOB. 3Hasl IIOJIOKEHUE BUIOB B
CUCTEME, MBI MOXEM TIPEICKa3bIBaTh MX CBOMCTBA,
B TOM YHCJIE TIOJIE3HBbIE JIJI YesJoBeKa. JTU 3HAHUS
cTau 0COOEHHO aKTyalbHbIMU B IIOCIEAHEE BPEMS B
CSI3U C PA3BUTHEM METOJIOB TEHHOM MHKEHEPHUU.

Haxower, cucteMaTKa ©MeeT KOJIOCCATbHOE 3Ha-
YeHUe JIJIsI TIO3HAHUS OKPY’Kaliolero Mupa. XopoIio
MIOCTPOEHHASI CHUCTEMa IO3BOJSAET yAOOHO XPaHUTh
U U3BJIEKaTh MHOOPMAIUIO 060 BCEM PasHOOOpasuu

JKUBBIX OpraHu3MoB. CucreMaTuka JaeT cCXeMmy s
OpraHM3aIUK JI0O0TO Kypca 300J0TUH WU GOTaHK-
ku. TosbKo 0GbENMHSISE BUIbI B TAKCOHBI, 06121210~
Tmye OOIIMMU CBOMCTBAMY M YETKUMU OTINYUSAMHU OT
JPYTUX TAaKCOHOB, MOJKHO Pa3obpaThCs B UX Pa3HOO-
6pasuu. AIEKBaTHO TIOCTPOEHHASI CHCTEMA OTPAXKAET
DBOJIIOIIIO OPTAHUYECKOTO MUPA U IOMOTAET HOHSATb,
KaK BO3HUKJIO COBPEMEHHOE DPa3HOOODA3Me JKUBBIX
OPTaHU3MOB.

Beoimie s1 Ha3Bas cucTeMaTUKY HAy4YHOU MUCIIH-
mnHON. OMHAKO 3TO MOJIOXKEHNE TaJIeKOHE OYeBU/I-
HO. J[efiCTBUTENBHO, TEOPETUYECKHNE OOOCHOBAHUS
CHCTEMATUKY HEJb3sI BHIPA3UTh B BUJIE MAaTeMaTH-
YeCKUX 3aKOHOB U BBIBOABI M3 TaKCOHOMHUYECKUX
TIOCTPOEHNUH CJI0KHO IIPOBEPUTH SKCIIEPUMEHTAIBHO.
MoXHO 71 B 9TOM CJIy4ae TOBOPUTH O CUCTEMATHKE
Kak o Hayke? MHeHUs CIEIUATUCTOB TI0 3TOMY TIO-
BOZy BapbUpPYIOT B IIMPOKUX Ipenenax. Ha oxHoM
TIOJTIIOCE HAXOMSTCS T€, KTO CIUTAET KIACCUDUKAIIIIO
JKUBBIX OPTaHM3MOB MCKYCCTBOM, JOCTYITHBIM JIUIIb
HEMHOTHUM CIIEI[MAINCTaM BBICOKOTO YpoBHs1. Hazex-
HOCTb OTIpeJieIeHNsI ¥ aIeKBAaTHOCTb CUCTEMBI, 110 UX
MHEHWIO, TADAHTUPYETCS OTIBITOM Y aBTOPUTETOM HC-
cienoBarens. Ha mpyrom mosioce HaXOSATCS Te, KTO
CUUTAET, YTO KJIACCU(DUKAINIO OPTaHM3MOB MOKHO
MOCTPOUTb, UCXO/A U3 HEGOIBIIOTO HabOpa MPOCTHIX
TIPaBWJI, JOCTYIHBIX IJISI TOHWMAaHUS CTYAEHTOB U
HAYMHAIONINX CHENHaINCTOB. B aToM ciaydae kiac-
cuduKaiyst 0ObIYHO SABJISIETCS OTPasKeHUeM (HUIIO-
TEHETHYECKOU TUTIOTE3bl, TIOJIYIeHHON B PE3yJIbrare
KOMIIBIOTEPHOTO aHAJIN3a PacIpesiesieHus 60IbIIOTro
yncaa MOpQOJOTHYECKUX IIPU3HAKOB WM HyKJle-
OTUJHBIX IIOCJeZoBaTeIbHOCTEeH. J[aHHBIN IOAXO
6e3ycoBHO 6ojiee TEMOKDPATUYEH, MOCKOJIBKY OT-
KpDbIBa€T BO3MOXXHOCTHh 3aHMMATBHCSI CHCTEMATHKOU
OTPOMHOTY YHCJIY CIIEIUATNCTOB. AJBT€PHATUBHBIN
TIOJXO, B TAKOM CJIy4ae, MOKHO Ha3BaTh apUCTOKpa-
TUYECKUM.

«ApucrokparaM» He HPaBUTCS, YTO CHCTEMaTH-
KO¥i 3aHUMAIOTCS TETEPh BCE, KTO XOYET, €3 MHOTO-
JIETHETO M3y4YeHUsI CBOEH IPYIIIBI OPTraHU3MOB, YaCTO
6e3 MOHNMaHKA MX MOP(HOJIOTUYECKIX 0COOEHHOCTElH
u o6pasza Ku3HU. [[efCTBUTENBHO, HEKOTOPBIE MOJIE-
KyJISIpHBIE CHUCTEMATUKH Jja’ke HUKOTZA He BUIENU
cBOi 06beKkT u3yueHusi! TIpeTeHsun <«IeMOKPAaTOB»>
CBOISITCSI K TOMY, 9TO «apPHCTOKPATHI» He MOTYT J[0-
CTYITHO OOBSICHUTH, HA OCHOBAHUHU KaKUX TIPUHIIUIIOR
OHHU CTPOAT CBOM CHUCTeMBL. VcTWHA, Kak OGBIYHO,
JIEeXUT r7e-To nocpeanne. C 0THOI CTOPOHBI, HETb35T
CTaTh XOPOIIUM CIENUATICTOM TI0 TPYIIIE OPraHu3-



MOB 6€3 MHOTOJIETHETO M3y4YeHUsT KOJUIEKIHIA 1 CIie-
nuanbHoi uteparypbl. C APyroi, B OCHOBY pabOThI
CHCTEMATUKOB JIOJKHBI OBITH TIOJIOKEHBI TTPOCTHIE U
TIOHSITHBIE IIPUHIIUIBI, MTO3BOJISIONINE IIPEICTABUTD
CHUCTEMBI OPTaHN3MOB B BU/I€ HAYYHBIX THIIOTE3.

Koudepenmus «CoBpeMeHHble POGIEMBI OHO-
JIOTUYECKON CUCTEMATHKW» Oblia MpU3BaHa 06Cy-
IUTh TEOPETUYECKUE OCHOBAHUS COBPEMEHHOU CH-
CTeMaTHKU. 3aKOHOMEPHO, YTO TaKasi KOH(MEPEHITHS
npoBoauniack B 3oosormdeckoM uHCTUTyTe PAH —
OJTHOM U3 MOBBIX IIEHTPOB CHCTEMATUKU >KUBOTHBIX.
B wucrexkmem ronay 300J0THYECKOMY WHCTUTYTY
ucnonauioch 180 mer. 3a aTO BpeMs COTPYAHUKU
MHCTUTYTA TIPOJAEIAIN OTPOMHYI0 paboTy 110 CHUCTe-
MaTu3aIuy (hayHbl HAIIEH CTPAHBI, & MO OTAETbHBIM
rpynmnaM — u MupoBoi ¢ayssl. Beero Beimymeno 147
ToMoB B cepuu «Dayna Poccuus u okoso 200 TomoB
Omnpenennteneit mo dayne Poccuu (u CoBeTcKOTo
Coroza). CoTpynHUKN 300JOTHYECKOTO WHCTUTYTA
PAH peryJisipHO ¥ C MHTEPECOM y4aCTBYIOT B 00CYXK-
IeHUN TeOPEeTUYECKUX OCHOB CHCTEMATHKH, B TOM
yucsIe Ha ceMuHapax nogcosera «IIpobiembl obmeit
6uosnorun», paboraiomero ¢ 2001 roma B CaHkr-
ITerep6yprcxkom Hayurom IlenTpe. B pabore KoHbe-
periu «CoBpeMeHHbIE TPOOGTIEMBI OHOJIOTIECKON
CUCTEMATHKI» YIYACTBOBAJIY CIIEIIMATNCTHI KPYITHEH-
MIUX 300JI0TUYECKAX U GOTAHUYECKUX YIPEXKIEHMH
u yHuBepcuteToB Mocksbsl, Cankr-IlerepOypra u
IPYTUX HAYYHBIX IIEHTPOB.

[Tpennaraemast KoysIeKTHBHASI MOHOTpadus caep-
JKUT CTATBU 110 JOKJIa[aM Ha 3TOU KOH(MEPEHITNH, BbI-
3BaBIlHe HAMOOJBIIIA UHTEPEC U IUCKYCCHUM.

Axanemux PAH
A.D. Anumos

PREFACE

The biodiversity studies quite recently were of
interest for only a few experts from natural science
museums and academic institutions. The situation
changed radically in the second half of the 20th cen-
tury. The new cytological and molecular techniques
allowed more accurate identification of species.
In 2007 the total number of discovered species of
bacteria, fungi, plants and animals amounted to 1.7
million. The number of yet undiscovered species
may exceed 10 million. In the late 20th century the
national governments became conscious of the ne-
cessity of biodiversity conservation because in some

vulnerable regions of the earth the rates of extinction
of species were comparable to the rates of describing
new species. In 1992 the majority of countries signed
the Convention on Biological Diversity undertaking
the obligations on conservation of species and their
natural habitats. In the context of preparing this con-
vention the Zoological and Botanical Institutes of
the Russian Academy of Sciences held a conference
“Biodiversity: Approaches to the Study and Con-
servation” in 1990. Many reports at that conference
were dealing with the theoretical questions of sys-
tematics. The conservation of biodiversity is impos-
sible without development of systematics, a scientific
discipline, the major task of which is development of
principles of classification of living organisms. The
strategy of conservation of living organisms to a large
extent depends on the accuracy of defining of their
taxonomic position and on the knowledge of their
unique characteristics.

Formation of the modern civilization is connected
with active usage of plants, animals and microorgan-
isms. However, the number of species of cultivated
plants and farm animals is negligibly small as com-
pared to the total number of species. Knowing the
taxonomic position of species we can predict their
properties including those useful to man. This knowl-
edge has recently become particularly significant
in the context of development of gene engineering
methods.

Eventually, systematics is of immense signifi-
cance for studying the surrounding world. A well-
organized system permits convenient storage and
retrieval of information about the entire diversity
of living organisms. Systematics provides a scheme
for organizing any course in zoology or botany. It is
only by means of joining species into taxa possessing
common features and distinct differences from other
taxa that one can clarify their diversity. An adequate
system reflects the evolution of the organic world
and provides an insight into the origin of the present
diversity of living organisms.

Above I termed systematics a scientific discipline.
However, this statement is far from being evident.
Theoretical corroboration of systematics cannot be
formulated in the form of mathematical laws, and
conclusions drawn from the taxonomic constructions
are difficult to verify experimentally. Is it possible
in this case to speak about systematics as a science?
Opinions of specialists on this matter vary within a
wide range. On the one pole are experts regarding



classification of living organisms as an art accessible
to only a few high level experts. Reliability of identi-
fication and adequacy of the system, in their opinion,
is provided by experience and authority of the re-
searcher. On the other pole are those who think that
classification of organisms can be based upon a small
set of simple rules accessible for understanding by
students and inexperienced specialists. In such a case
the classification usually reflects the phylogenetic
hypothesis based upon computer analysis of disper-
sal of a large number of morphological characters or
nucleotide sequences. This approach is undoubtedly
more “democratic” because it gives an opportunity
to a great number of experts to conduct taxonomic
studies. The alternative approach can in this case be
called “aristocratic”. The “aristocrats” do not like
that any specialist who has not previously performed
a many-year study of a particular group of organisms
and often even does not understand their morpho-
logical characteristics and mode of life can conduct
a taxonomic study. It is true that some molecular
taxonomists have not even seen the object of their
study! The complaints of the “democrats” are that
the “aristocrats” cannot explain in explicit terms the
principles upon which they build their systems. The
truth as usual is halfway between the two opposite
opinions. On the one hand it is impossible to become
a good expert on a group of organisms without a long-
term study of collections and special literature. On
the other hand taxonomist’s work should be based
upon simple and clear principles allowing representa-
tion of organisms system as scientific hypotheses.

The goal of the Conference “The Modern Prob-
lems of Biological Systematics” was to discuss the
theoretical bases of modern systematics. It was legiti-
mate that such a conference was held at the Zoologi-
cal Institute of the Russian Academy of Sciences, a
world centre of systematics of animals. In the past
year the Zoological Institute of the Russian Academy
of Sciences became 180 years. For the time past ex-
perts on the staff of the institute have carried out tre-
mendous work on systematizing of fauna of Russia,
and also for separate groups — of the world’s fauna. A
total of 147 volumes of the series “The Fauna of Rus-
sia” and 200 volumes of Identification Keys to the
Fauna of Russia (and the Soviet Union) have been
published. Experts from the Zoological Institute of
the Russian Academy of Sciences regularly partici-
pate in discussions of the theoretical bases of system-
atics, also in seminars of the subcouncil “Problems
of General Biology” working since 2001 at the St.
Petersburg Scientific Centre of the Russian Academy
of Sciences. The Conference “The Modern Problems
of Biological Systematics” was attended by experts
of the largest zoological and botanical institutions
and universities of Moscow, St. Petersburg and other
research centers. This collective monograph includes
articles reported at the conference that attracted the
greatest interest and discussions.

Academician of the Russian
Academy of Sciences
A.F. Alimoo
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PE3IOME

I[TepeurciieHbl TEXHUYECKHE OCOGEHHOCTH UCTIOIB30BAHKSI MOJIEKYJISIPHBIX TIPU3HAKOB B (DUIIOTEHETHKE U X TIED-
CreKTUBBI B cucTeMarrke. Cliean KpaTKuii 0630p COBPEMEHHbIX MTPEICTABIEHHIA O POJICTBEHHBIX CBSI3SIX KPYITHEH-
IIVX TPYIII OJHOKJIETOYHBIX ¥ MHOTOKJIETOUHBIX; BHICKA3aHO MHEHUE O CKOPOM, B ICTOPHYECKOM MacinTabe, perie-
HUHU (HUIOTEHETHKON OCHOBHBIX CTOSIIIMX Mepe/] Helt 3a1au. Pa3o6paH mpuMep MCIoIb30BaHus (DUIIOTEHETHIECKUX
JIAHHBIX JUIs1 Pa3pabOTKY 9BOJIOIMOHHOTO ClleHapHst (HA IPUMEPE TIPOUCXOXKIECHUS MHOTOKJIETOYHBIX JKHBOTHBIX).

KmoueBbie c10Ba: 6eCII03BOHOYHbIE, ABYCTOPOHHECHMMETPUYHEIE KMBOTHbIE, 3aJHEXKIYTUKOBbIE, MOJIEKY IIPHAS
9BOJIIOLUS, IIPOUCXOXKIEHNEe MHOTOKIETOUHBIX JKUBOTHBIX, CUCTEMaTHKa, (PUIOTeHeTHKA

INVERTEBRATE PHYLOGENY IN LIGHT OF MOLECULAR DATA:
THE PROSPECT OF PHYLOGENETICS AS A FINISHED SCIENTIFIC DISCIPLINE

V.V. Aleoshin

Belozersky Institute for Physico-Chemical Biology, Lomonosov Moscow State University, Leninskie Gory, Moscow 119991,
Russian Federation; e-mail: Aleshin@genebee.msu.su

ABSTRACT

We are listing the technical features of using molecular characters in phylogenetics and the perspective for their
application in systematics. We are giving a brief review of the current picture of phylogenetic relationship between
the major groups of protists and metazoans, and expressing an opinion that phylogenetics will answer its main
questions in the near future. We are considering a case of using phylogenetic data for constructing an evolutionary
scenario, illustrated by the origin of Metazoa.

Key words: invertebrates, Bilateria, Opisthokonta, molecular evolution, the origin of Metazoa, systematics,
phylogenetics
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BBEJAEHME

N3noxeHHBIE 37IECH ONEHKU OBLIN BBICKA3aHBI B
3oosornueckom wHCcTUTyTe PAH Ha KOH(bepeHInM
«CoBpemeHHbIe IP0OIEMbI OMOJOTMIECKON CHCTEMA-
tukuy (18 — 21 anpens 2011 r.). MHeHuMe 0 ckopoM
3aBeplIeHNH (QUIOTEHETUKY KaK HAYKH HE OTYIUI0
0106peHusI, TaK YTO TIOCTEPUIOTEHETUYECKAST HTIOXA
HACTYNIAT HEOXHUIAHHO. 3aTO Ha KOH(MEPEHIINH He
YTUXAJIH CIIOPBI TT0 IKOOBI TPOGIEME OTHOIIEHUS CH-
CTEMATHKU U (QUIOTEHETUKHU U MECTE MOJIEKYJISIPHBIX
MaHHBIX B 300JI0TMM U GOTAHUKE; OHY MMOJAHUMAJINChH
K TakuM (uiocopCKuUM BEPITUHAM, T7le OCTaBAIOCh
HEe MHOTO OT 300JIOTUH, GOTAHUKU ¥ MOJIEKYISPHBIX
MaHHBIX, 8 SMOIMOHAIBHBIN HaKajl moadac ObLI 10-
CTOWH 3alUTHI CBSTHIHB JUOO YET0-TO CyTrybo Mare-
puasnbHoro. IIpuMeyaTenpbHO, YTO BBICKA3aHHAS Ha
koH(pepeniuyu A.B. MapThIHOBBIM HOBasi THIOTE32
0 TpaHchOpPMAINK TIIAHOB CTPOEHUS OECTIO3BOHOY-
HBIX (C TIPUIKMCAHWEM 3BOJIOIMOHHOTO 3HAYEHUS)
1 00bsIBJIEHNE HOBBIX TAKCOHOB HAJITUTIOBOTO PaHTA
BBI3BJIN TOJBKO KPATKOE M CaMO€ TIOBEPXHOCTHOE
obcyxnenve. Hu TOmmEPKKY, HU DPa3BEPHYTON
KPUTHUKA HE TOCJEN0BAJIO, XOTS TPOOIEMATHKA W
OCHOBHOIM MaTrepuayl 3HAKOMbI [UILIOMHUPOBAHHBIM
y4YacTHMKAM XOTs Obl U3 OOLIEr0 Kypca 300JI0THH.
ITO 06CTOATENBCTBO siCHee (DOPMAJIbHBIX 3asIBJIE-
HUI TMOKa3bIBAET CHIKEHWE WHTEPECA B HAYYHOM
co00IIeCTBe K (DUITOTEHETHYECKUM TUTIOTE3AM, TIOJI-
KPEIISIEMbIM TOJIBKO TPAJAUIUOHHBIMUA METOAAMHU
CPaBHUTEJILHOW AHATOMHMHU U SMOPUOIOTHH.

OcHoBHnble nousTHs: (1) cucTeMaTHKa

37ech MPUHUMAETCSI CAMOE TIPOCTOE TIOHMMaHWE
3aa4 cucteMatuku M uoreHetuku (bekiemu-
meB [1927] 1994). CucremaTuka UCNOMb3yETCS IS
onucaHusi Harbosiee KPAaTKUM CIIOCOOOM BCETO W3-
BECTHOTO pasHo00pasus. ITo TpebGoBaHNe BHYTPEHHE
MPOTUBOPEYMBOE; COKPAIIasi OTMCAHIE, MBI TEPSIEM B
mosiHoTe. TOUHBIM COOTBETCTBUEM OOBEKTY SABJISIET-
cs caM 0OBEKT, HO 3aMeHUB 00beKTOM (TepGapHbIM
JINCTOM, JKUBOM KYJIBTypO#) €ro OmvcaHue, Mbl HU-
Yero He BHITABIBAEM B HAyYHOU KapTuHe. Pelrenre
MPOTUBOPEYMBON 3a/1a4U CUCTEMATHKHU JOCTUTAETCS
CO3IaHMEM KaTeropuii (HaydHbIX aOGCTPaKIUii) ABYX
Bu0B (Bexmemumies [1927] 1994).

Opun By abCTPaKIUA — TO, YTO HA3BIBAIOT TIPH-
3HAKaMU. B MHOXeCTBe OOBEKTOB CUCTEMATUK BbI-

B.B. Anémun

NeJISIET DJIEMEHTHI, KAXKYIINECS MY CXOIHBIMU U TI0-
BTOPSIIOIIMMICS. YIOOCTBO BBIAEJEHUST UMEHHO UX
IS OIIMCAHUS, a He KAaKUX-TO aJIBTePHATUBHBIX, KaK
BCET/[a, BBISBIISIETCS] MIPAKTUKON: MHOTOKPATHO IIO-
BTOPSIONIMMCS aHAIK30M (Pas3IoKeHnEM) 0OBEKTOB
Ha JIEMEHTHI ¥ cuHTe30M. Hampumep, yno6¢TBo mpu-
3HAKa <I€JIOM» CHJIBHO 3aBUCHUT OT YPOBHS 3HAHWIA,
1eJiell MCCIeI0BaHMs, TEOPETHYECKUX TIOCHLIIOK: JI0-
CTYIIHA JI THCTOJIOTUYECKast U YJIBTPAMUKPOCKOIIH-
yecKasi TEXHUKA, IPUAAETCS UM HET 3HAUeHUe pas-
JIMYMSM OHTOTEHETUYECKUX CII0COOOB 3aKJIAAKU IIe-
JIOMa, KaK MHTEePIPETUPYIOTCS ¥ KIACCUPUITIPYIOTCS
<HETUNUYHbIE» COCTOSHUS (PEAYKIUS OTHOTO WU
060MX 3MUTETMATBHBIX JUCTKOB (3aBapsuna u IleT-
gua 1990), mosocTh Tema <«ICEeBAOIETOMHYECKUAX>
JKUBOTHBIX U T. I1.). [IpenMer cucTeMaTHKY yBeIUYN-
BAETCS KAJK/IBIM OOJIBITUM W MQJIBIM OTKPBHITHEM, OH
Tak ke GeCKOHeueH, Kak mo3HaHue. /o n306peTeHust
MHKDPOCKOTIA HEBUANMbIE TTPOCTHIM TIA30M OOBEKTHI
He BXO/IWJIH B I0JIE 3PEHUS 300JI0THH; CETOHSI C TI0-
MOIIIbIO CBETOBOU U 3JIEKTPOHHON MUKPOCKOTIAY MBI
PasIIsiAbIBaeM BCE OOJIbIIE AeTajlell, B OHU JIOJIKHBI
OBITh ONMCAHBI U CUCTEMATU3UPOBAHbI, BKJIOUEHBI
B JIMArHO3bl BUJOB M JIPYTUX TaKCOHOB. [eHOMHBIE
CTPYKTYPBI IJII UX KPAaTKOTO OIUCAHUS IOJIKHBI
ObITh (hOPMATMBOBAHBI M CHCTEMATU3UPOBAHBI, KaK
Y CTPYKTYPBI, PA3IUYNMble B MUKPOCKOIL. THIIBI IbI-
XaHWsI ¥ SMOPUOHAIBHOTO PA3BUTHS, DJIEKTPUYECKAST
Y CHHANTUYECKAsT CBSI3b HEWPOHOB, CIOCOOBI PETYIIs-
MU aKTUBHOCTY TEHOB U JIETAJIV TTOBEJIEHNS], THE3/IA
MypaBbeB U MTHII, — BCE, YTO YK€ OTKPHITO U OyzeT
OTKDBITO B GY/IyIIeM — BCE TO JOJKHO GBITH YUTEHO
B JIMarHO3aX TaKCOHOB, CO3/IaBA€MBIX CUCTEMATHUKOM,
Y TIOBJIUSITH Ha X 00beM. [IpUXOIUTCS COTIaCUThCS
¢ u/ieeil HeoTIpe/IeJIEHHOTO NarH03a U CUCTEMATHKH,
ycTpeMJieHHOU B GeckoHeuHOCTh (3apeHkoB 1976),
XOTSI 37IeCh Ha TIEPBBIA IJIAH BBIXOAUT WHas U Goee
npocTasi (He OHTOJIOTHYECKAst, & THOCEOJIOTHYECKAs )
TIPUYUHA.

Jlpyroii Buj aGCTPaKIMy B CUCTEMATHKE — TaKCO-
HBI, TO €CTh TPYIITbI 0OBEKTOB, KOTOPHIM TIPHITUCAHBI
Ha3BaHWe W AuarHo3. Hambosee MOJIE3HbI TAaKCOHBI,
KOTOPBIM MOHO JIaTh MaKCUMAJIbHO TOAPOOHBIA U
OTHO3HAYHO CTPOTHUI MUArHO3; B TaKWe TAKCOHBI U
CTPEMHUTCSI OPTaHU30BBIBATh OOBEKTHI CHCTEMATHUK.
JTa LeNb OIpeZAesseT TUIOJIOTUYECKYIO TIPHPOIY
cucrematuku (BanoB 1996), HezaBuCcMMO OT TOTO,
yIAeTCsl IUArHO3 CTPOTUH WM TOJBKO BEPOSITHOCT-
HBIii, HE3ABICUMO OT HOMOTETUYECKOTO KOMIIOHEHTA
B IIPOIle/[ype CO3JaHNs IPU3HAKOB ¥ TOMOJIOTU3AIINH.
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s 1ienm 5KOHOMHOTO ONMICAHWSI TAaKCOHBI JIydIIle
BCETO OPraHW30BAaTh B HMEPAPXUYECKYIO CHCTEMY: B
Hell BMeCTO ITIepevnCIeHUsT MHOXKECTBA IIPU3HAKOB
00BeKTa IOCTATOYHO yKa3aTh HA BXOXIEHWE B POJ
(BBIIIIECTOSATINIT TAKCOH, KOTOPOMY AMArHO3 TAeTCs
OJIVH pa3) ¥ NePeYNCINTh BU0BbIE OTIanst. MokHO
JIaTh ¥ APYTYIO, SKBUBAJIEHTHYIO (DOPMYIUPOBKY: TI0-
JIe3HBI TAKCOHBI MAaKCHMAJIbHO KPYIIHbIE, IIPU 3TOM C
MaKCHUMAJIBHO MOAPOOHBIMU ¥ CTPOTUMHU JUATHO3AMHU.

Mexmy nByMsl BUAaMu abCTPakKIMil CHCTEMaTH-
KU — CO3/IaHMEeM TAaKCOHOB U IIPU3HAKOB — YCTAHABIIN-
BAeTCsI TECHAS CBSI3b: UTEPATUBHO IIEPECMATPUBAETCS
06beM IepBhIX M coiepxkanue BTOpbiX (IlaBanHOB
2004) st Jydiiero omucaHusi pasHooOpasusl. 3a-
Zlaya ONTUMU3AIUY CHCTEMBI II0 IBYM ITapaMeTpaM B
0011eM Bujie HE MIMEET PENIEHMs, HO MePapXUYecKast
OpraHU3aINs TAKCOHOB OKA3bIBAETCS JIYUIIUM KOM-
TIPOMICCOM: II0 Mepe YBeJIW4YeHUsI paHra IMAarHo3
obemusiercst, Ho 06beM BospacteT. OObEKTHI, Hapy-
IIAoIIye AWArHO3 (YETHIPEXHOTHE Maro CaTUpH] U
HuMbanun Wid BOCbMUHOTUE MYyTaHTH bithoraxoid
cpenu Hexapoda — maxke momoGHbIe CIyyan <HeHa-
CTOSIIIIETO» HAPYIIEHWS IIPU3HAKA, 3/I€Ch JOITyCKa-
I0Iie€ WHTEPIIPETANUIO B PAMKAX <«IIECTHHOTOCTHY,
a TeM 6oJiee HACTOSIINE OTKJIOHEHWs OT JAUArHO3a),
MOJIKHBI GOJIE3HEHHO BOCIIPHHUMATHCS CUCTEMATH-
KO, TIPUBOJIUTH Pajii COXPaHeHusi 00bEMa TAKCOHA
K cosmaHuio 6ojiee aGCTPAKTHBIX M, TAKUM 00Pa3oM,
GeHbIX [UArHO30B, B HAPYIIEHNE €€ OCHOBHOM 1IEIH.
A TIpE 3KJIEKTUYHOM CMENIeHWW CHUCTEMAaTUKU U
umoreneTHKY CTPOTHIT TUATHO3 7T TaKCOHA-KJa-
ITbI KBUBAJIEHTEH 3aIIPeTy Ha KOPEHHOe W3MeHeHe
3a(UKCUPOBAHHBIX B IATHO3€ COCTOSIHUIN B HBOJIIO-
[IAH, TO €CTh TPENCKAZAHUIO IBOJIIOIIUN.

Yactbio paboOThl CHUCTEMATHKA, MOMUMO BBIZE-
JIEeHWSI TIPU3HAKOB U TaKCOHOB, SIBJISIETCS WIEHTH-
(uxamyst BUIOBOTO HA3BaHUS U CHUCTEMATUIECKOTO
MOJIOKEHUSI, HAIPUMeEP, HKCIPECC-IMAarHOCTUKA
maToreHa B MeAuIluHe. B MOMeHT naeHTHbUKAINUN
He TIPOM3BOIUTCS McUYepIbIBaoInee onrcanue. Eciu
CUCTEMA WMMEET IIPEICKA3ATEIbHbIN XapaKTep, TO
UaeHTUGUKANAS OTHOBPEMEHHO SIBJISIETCSI M THIIO-
Te30i1 0 HEWCCJIEOBAHHBIX MPU3HAKAX M CBOMCTBaX
o6bekTa (HAIpUMEp, HAIMYUU y MHOEKIMOHHOTO
BO30OYAUTENST KOHKPETHBIX OMOXMMHWYECKUX TyTeH
— MuIeHel, 00yCIOBIUBAIONIMX YYBCTBUTEIBHOCTh
K OIIpelieJIeHHBIM aHTHOMOTHKaM). IloaToMy cucTe-
Ma ’KeJlaTeJbHA MaKCUMAJBHO IIPEICKa3aTesbHas
(TO ecTh AMArHO3BI BHICUINX TaKCOHOB JKeJIaTeIbHBI
COZIEPKATENIbHBIE, TIOJTHbIE U 110 BO3MOXKHOCTH IIPH-
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MeHVMble K TIOAYMHEHHBIM TaKCOHaM). A MeTOnbl
UAEHTH(DUKAIMN JKeJaTeNbHbl TaKue, YTOOBI OTHO-
3HAYHO OTHECTH OOBEKT B HYKHOE MECTO CUCTEMBI
HanboJiee TPOCTHIM CIIOCOOOM, M, TaKMM 0GPa3soM,
6e3 wWCCIemOBaHMS MHOXKECTBA TNPU3HAKOB JaTh
MaKCHUMaJIbHOE TIPABIONOA00HbIE TUIOTE3bI 06 WX
coctosiHuu. IloHsATHOCTS (parmoHatbHOCT, (IlaBan-
HOB 2011)) TMHHEEBCKOI CUCTEMBI U TIOSIBUBIIHECS
MO3/IHEe OTIPeNeTUTENbHBIE KIIOUN BBITOJHSIN 9TU
3ajlaud HAMJIy4IIuM 00pa3oM JiBa ¢ TI0JIOBUHOM BeKa
0P TOTJIAIIHEM yPOBHe TexHUKH. VI obecredymin
STUM TIOJIE3HOCTb — JIJISI UCCJIEOBaHUMN (9BPUCTUY-
HOCTb) W TPAKTUKU. DBPUCTHYHOCTb COXPAHSIETCS
U cedvac: B COBPEMEHHBIX MOJIEKYJISPHO-(huIO-
reHeTMYECKMX paboTax CTapaioTCs BHIOMpPATh IpPe-
CTaBUTENEH TPAAUIIMOHHBIX CYOTAKCOHOB WCCIENY-
emoro TakcoHa. Ho mouemy tpamuitnonHast dhopma
CUCTEMBI OCTaHeTCS Hawtyuineil Bcerna? Hampuwmep,
CoYeTaHWe MUPOBBIX JJIEKTPOHHBIX 0a3 JAHHBIX U
UX MOGWIIBHOM JIOCTYITHOCTH B JIIOGOW TOUKEe 3eMn
TOCPENICTBOM TEJIEKOMMYHUKAIUK OO€eIaer 1po-
CTOM mocTyn K WHGOPMAIMKU U TIOMUMO HepapXu-
YEeCKOW CHCTEMBI, a OKHUIAeMble B PaMKaX HAyJHOI
(aHTaCTMKM WHBEHTapu3aIus OHOpPa3HOOOpas3us
¥ TOSIBJIEHWE MUKPOMETOJIOB aBTOMATHYECKOTO, B
TOM YHCJIE TTOJIEBOTO OIPEZie/IeHUs BUIOB HA OCHOBE
JAHK-mrpuxkonuposanus (IIueep 2009), B couera-
HUU ¢ WHPOPMAIMOHHBIMU TEXHOJIOTUSIMU, JIEJIAeT
HeoOs3aTeIbHOM He TONBKO pPalMOHaIbHYI0 (T10-
HSTHYIO) CUCTEMATHUKY, HO BOOOIIIE HEOOA3aTETbHBIM
KPaTKOe OITMCaHIe Pa3ZHO0Opasusi.

TepmuHoIOTHSA

KoncTpyupyembie cucteMbl ObIBAIOT HCKYCCTBEH-
HBIE, T. €. TIOCTPOEHHbIE <«II0 OJHOMY IIPDU3HAKY», U
«€CTeCTBEHHBIE» — YUYUTHIBAIOIINE MHOXXECTBO IIPU-
3HAKOB U IIPEATIOJIATAIONMEe TIPUMEHEHHe IJIsI IITH-
POKOTO KpyTa 33/1a4, B TOM YHCJIE aKaJeMIYECKUX',
VckyccTBeHHAsT CUCTEMa BBIIEPKUBAET TpeOOBaHMe
JIOTUKM O eJWHOM OCHOBAaHWM JeJieHHs, a TakKe, B
OTJINYHE OT «ECTECTBEHHOM» CHCTEMBI, MOKET OBITh
WUCTUHHOM WJIU JIOXKHOMU, 3TO IpoBepsieTcs (B IPUH-
une). «EcTecTBeHHAsT» CUCTEMA YUMTHIBAET OCOOBIM
06pa3oM MHOYKECTBO IPHU3HAKOB, HO, KOHEYHO, HE
MOXKET peajin30BaTh aJAaHCOHOB NPUHIMI ydYeTa
BCEX TPU3HAKOB — XOTS Obl BBUY KOHCTPYKTUBHO-
rO MPOUCXOXKIEHUST «[IPU3HAKOB> KaK aOCTPaKI[HIA.
ITporuBopeunsi? MeXay OTIENbHBIMU TPU3HAKAMU
B <«ECTECTBEHHOH» CHCTEMe pEIIAlTCs, IIOMUMO
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TepecMOTpa CaMUX IIPU3HAKOB M TAaKCOHOB, TaK:Ke
HasHaueHneM «6ojiee BaKHBIX» M «MeHee BaKHBIX»
mpusnakos®, Ilporeaypy cucTeMaTH3alUU MOXKHO
KPaTKO OIIPE/IE/IUTh KaK B3BEIIMBAHNUE MPU3HAKOB.
ITockombKy OCHOBHOe Ha3HaueHHe CHUCTeMbl (Hau-
GoJiee TOJIHOE ¥ KPAaTKOE OMUCAHWE PazHOOOpasws)
CTPOTO HE OIPEAEIEHO, TO yA00CTBO (IIPUTOAHOCTD)
WM HEYy0OCTBO (HEITPUTOMHOCTD)? CUCTEMBI IS TEX
WJIM MHBIX HYX]] OlleHuBaeTcs 6e3 0coboii hopmasu-
CTUKHU TI0 CONEPKAHUI0 U MOHSITHOCTU IMArHO30B,
WX CTPOTOCTH, KOPPEJSIUU PA3INYHBIX IIPU3HAKOB
IIPYT C APYTOM WJIA MO3AaWYHOCTH, JIETKOCTH OIIPEie-
JIEHUSI CUCTEMATHYECKOTO MOJIOKEHNUSI KOHKPETHOTO
9K3EMILISIPA, TIPEACKA3aTeIbHON CUle, COOTBETCTBUU
GOKECTBEHHOMY TJIaHy TBOPEHUS B IIPEACTABICHUN
aBTOpa CHCTEMBI, COIJIACOBAHHOCTH C JaHHBIMHU
(OUTOTEHETHKY U T. 1. CyOBEKTUBHBIM VITU TIOCTOPOH-
HUM CBOMCTBaM.

OcHogHble noHsATHS: (2) PUIOTeHEeTHKA

3amaua (l)I/IJIOI‘eHeTI/IKI/I II0 CpaBHEHUIO C CHUCTE-
MaTUKON HaMHOTO KOHKPETHEEe, OHa KOHEYHa — YCTa-
HOBUTb POJACTBEHHBIE CBA3U 6E30THOCUTEIBHO K

B.B. Anémun

1988; Kirore 2000; ITaBiunos 2005). ITo dopmais-
HOMY TIPU3HAKY (PUIOTEHETHYECKAST CUCTEMA, TO ECTh
COBOKYITHOCTb 3aIIHCEH O CTEIIeHU POJCTBA, [0JIKHA
paccMaTpUBATHCST KaK MCKYCCTBEHHAs], TO €CTh IO-
CTPOEHHasI 110 OIHOMY, MyCTh ¥ OCOOEHHOMY, TIPH-
3HaKy (MOPSIIKY OT/EJIEHNS] BETBU HA POJOCIOBHOM
nepese). Kak smo6as MCKycCTBeHHash CHCTEMa, OHA
BBIZIEPKMBAET TPEOOBAHKE JIOTMKUA O €IUHOM OCHO-
BaHUM [eJIEHUsI ¥, B OTJIMYKME OT <ECTECTBEHHOI»
CHCTEMBI, MOXKET OBITh UCTHHHOM WM JIOXKHOM. Poz-
CTBEHHbIE OTHOIIEHUS, B OTJIUYUE OT CO3[ABAEMOIL
YEJIOBEKOM «ECTECTBEHHOW» CUCTEMBI, 3aBUCSIIEN OT
METOIUIECKOTO YPOBHS, CTEMEHN U3YIeHHOCTH (CM.
Bhillle) ¥ (PUIOCOMCKUX MO3UIMNA CyObEKTa, — 3TO
0o0beKTUBHAsA peasbHOCTh. (DuoreHeTnyeckas Cu-
cTeMa MOXKET, HO He 00st3aHa ObITh HATJISAHOM, yI00-
HOM, IpOrHocTHyHoi. EquHcTBeHHOE TpeboBaHue K
Hel — 4TO6GBI OHA GBLIA UCTUHHOM.

KoneuHo, MBI BIIpaBe HAIEATHCS, YTO (DUITOTEHETH -
Yeckas cucTeMa OyzeT 061a/1aTh TakKe U HEKOTOPOit
MTPOTHOCTUYHOCTHIO B TOM CTETIEHH, HACKOJIBKO MOHO-
¢unernyeckrie (T.e. TOJO(PUIETUIECKHE) TAKCOHBI
XapaKTepPU3YIOTCs HE OMHOMN-eMHCTBEHHON CUHAIIO-
Mopdueit. Uto ona 6yaeT HarIAAHON U yI0OHO# B TOM

CTEeII€eHH, HACKOJIBKO O6H.[I/I€‘ IIpU3HaKU HACJIEOyIOTCA,
a He an/Io6peTa10Tc,q HE3aBHCHUMO, B 5BOJIIOITUN IIDU-

CXOJICTBY U pa3nuuuio B 11esioM (Bbexnemumes [1927]
1994; ITonomapenko u Pacuuibia 1971; Hlatankun

'McTopryecku «eCTeCTBEHHON» CUCTEME CTABUJIACH 33/[a49a OTPAXKATh OOBEKTUBHO CYIIECTBYIOIIHIA MOPSAOK B IIPUPOJIE
(HampuMep, PeaM3yIOIIUiil MealbHbIN, 60KECTBEHHBIN IIJIAH TBOPEHWUS ), KOTOPbIH, OHAKO, HAJIEKAJIO B HOBOE BPEMs
MOHSTH HE M3 OTKPOBEHUSI, a TIO3HAHUS TIPUPOIBL B ee mosHOTe. [lo3/Hee 06bEKTHBHAS OCHOBA, «€CTECTBEHHOCTh> 00~
SICHSLJIACh MaTepUaIbHOMN NMIPUUYMHON — SBOJIIOIMOHHON ITpeeMCTBeHHOCThI0. [Ipy BceM mo3HaBaTeIbHOM 3HAUEHUU TaKO-
r0 0OBSICHEHUST, OTOXK/IECTBIIEHNE UCKOMOM, HanboJiee TIPABUJIbHO, TOYHO ¥ MOJHO OIKMCHIBAIONIEN pa3HooGpasue («ecre-
CTBEHHOM» ) CHCTEMBI ¢ (PUIIOTEHETHYECKOI JIOTHIECKH ys13BuMO. DUIOTEeHETHIECKas! CUCTEMA OKAKETCsT HanboJIee OJTHO
OIMCHIBAIOIIEN PA3HOOOPa3He TOIHKO IIPY BBHITOJIHEHHN HEKOTOPHIX AOMOJHUATENBHBIX Yea0BUi. [I0CKOTBKY 3a/1a4u «ecTe-
CTBEHHOI» cucteMbl (HanboJiee MOJHOE OIMCAHKe PA3HOOOPasus) U (HUIOreHETUIECKOM CCTeMbI (OIMCAHNE MCTUHHBIX
POZICTBEHHBIX OTHOIIEHNUI ) He NIeHTUYHBI U PEIIAIOTCs Pa3HBIMU (TOJIBKO YACTUYHO COBIIAZAIONINME ) METOJAMHU, TO 3/1eCh
OHM B 001IIEM CIIyYae He OTOK/IECTBIISIOTCSL.

*JHaue, IpU OTCYTCTBUM [IPOTUBOPEUHUH, 110 KpailHel Mepe J1J1s1 KayKI0U IPYIIIIbl B PAMKAaX OJHOTO PAHTa, MOXKHO ObLIO IIPH-
MEHSITh O/ITUH-EeIMHCTBEHHBIH TPU3HAK — AHAJIOTUYHO UCKYCCTBEHHOH CHCTEME.

3AI[3.HC0HOB3. U/1€A 3KBUBAJICHTHOCTU IIPU3HAKOB C TEM 94T06BI HAlTH CHUCTEMY, YAOBJIETBOPAIOIIYIO 6OJI])HII/IHCTBy npu-
3HaKOB, BMECTO UX B3BE€IIIMBaHWA, HE UMEET CMbICJIA, I10 KpaﬁHefI Mepe IJiA IPU3HAKOB aHATOMUU: TaM BasKHBII «IIPU3HAK»
BCerjia MOXHO pa36HTb Ha 2 um 20 60s1ee MM MeHee CBA3aHHbIX MEXay coboii IIPOCTBIX IPU3HAKOB (I/IJII/I, €CJIN 9TO TPYyA-
HO, TO JOIIOJTHUTHh HYKHBIM YUCJIOM «OTPHUIATEJIbHBIX» HpI/IBHaKOB) 4TOOBI CABUHYTDH CUET K JK€JIa€MOMY DPE3YJIbTAaTy; U3
9TOI'0 BUAHO OTCYTCTBUE IIPUHITUITAJIBHBIX pa3JIH‘-IPII71 MEXAY B3BEUINBAHNEM IIPU3HAKOB 1 UX BBIJIEJIEHUEM.

419TOMY He TPOTUBOPEYUT MTPAKTUKA HEKOTOPHIX METOAMK YUCIEHHON (HYMEePUYECKO# ) TAKCOHOMUY IIPUCYKAATh PABHBIN
BEC BCEM YYMTHIBAEMbIM IPU3HAKAM: BEIb IIPU3HAKAM, HE TPHHUMAEMBIM BO BHUMAHWE, TIPU 9TOM IIPUCBANBAETCS HYJIe-
BOIi Bec.

SVIHOT/Ia HETPUTO/HBIE IS TEX UJIU WHBIX AKaJIEMUYECKUX I[eJIeil CUCTEMBI OMUOOYHO UMEHYIOT <UCKYCCTBEHHBIMUY (KaK
CUHOHUM <«ILJIOXHE» ), YTO CO37IaeT TePMUHOJOIMYECKYIO ITyTaHUILY; IIPU 3TOM II0/Ipa3yMeBaeTCs CYIIeCTBOBAHUE «XOPO-
IIUX» — <€CTECTBEHHBIX» CUCTEM, OYATO OBl OGBEKTUBHBIX U HE 3aBUCUMBIX OT I[€JIei, K KOTOPHIM UX TIPUMEHSIIOT.
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CYTCTBYeT aHareHeTW4YecKasi COCTABJISIONIAsi, CKOPO-
CTH 3BOJIIOIINY B Pa3HBIX JIMHUSIX COIIOCTaBUMBL. Ecn
CXOJICTBO BU/IOB IIPOIIOPI[MOHAIBHO UX POZICTBY, TO
(usoreneTnyecKoe epeBO MOXKET PacCMaTPUBAThHCS
KakK 0OBEKTUBHAS OCHOBA M HE3ABUCUMOE CBUIIETENb-
CTBO TPABUJIBHOCTH TPAAUIMOHHON MEPAPXUIECKOMN
cucteMbl. Bce 9T XapakTepUCTUKU M TPU3HAKH SIB-
JII0TCS HeoOsI3aTe/IbHBIMMU, XOTS OIpaBAaHue (Ppuio-
TeHETUKHU YaCTUYHO CBSA3aHO C HUMU (HAIEXI0M 0OHA-
PYKUTh B MOHODMIIETIYECKOM TaKCOHE POJICTBEHHOE
CXOJICTBO TI0 He M3YYEHHBIM JI0 CUX TIOp IPU3HAKAM
U T. 11.). MOXXHO Tak:ke TIpeficKa3aTh, YTO IPU Pa3HON
CKOPOCTH MOP(OJIOTHYECKO 3BOJIONUN (TIPABUIIO
JleBUAINY 110 XE€HHUTY) Ta U3 CECTPUHCKUX JIMHUH, B
KOTOPO¥ CKOPOCTh MeHblIle, IPOii/IeT MEHBIINH Ty Th
HBOJTIOIUOHHON TpaHC(HOPMAIMU OT OOIIEr0 MpeKa
u GyZIeT BO MHOTOM TIOXOJUThH Ha BHEIIHIOI TPYIIITY,
COCTABJISISI CKPHITOPOACTBEHHBIN (KpunTadbUHHBIH)
TaKCOH ObICTpPee BOIONUOHUPYIONIEN CECTPUHCKOM
rpymme (Yymos 2001, 2002), uto oGHapyKHUBaeTCst
(uoreneTrKOI B BU/IE TPOTHBOPEYHII C TPATUITUOH-
HOH cucTeMO.

Bosnee mpuHIUNMamhHBIA BOMPOC — HACKOJBKO
MBI MOJKeM OBITh YBEDPEHBI B MCTMHHOCTH TEKYIIEH
BepcuH «(PUIOTEHETUYECKON» CHCTeMbL. B obmacTsx,
TMOTIAIATONIUX IO/ TIPUCTATHHOE BHUMAHE 00IECTBA
(KpUMUHAINCTHKA, SIUIEMIOJIOT S, pa3TpaHUYeHTe
HEPECTOBBIX U HATyJbHBIX CTAJ TIPOMBICTIOBBIX PBIO

13

1T TieJiell KBOTUPOBAHUSA U T. 11.) (Jiep 3arafoyHo-
CTH ¢ (PUIOTEHETHKU CHUMAETCS: CYZ OTHACT IIPEA-
nourenrie MukpocaTeumTHbIM J[HK-Mapkepawm, a He
GacHsiM 0 HeHabomaeMoctu mpormioro. Ho B mpu-
JIO3KeHHH K 60Jiee MUPOKOMY KPYTY 3a/1a4 U3 CEPbe3-
HBIX TPOTHBOPEYMH B KJIAAOTPaMMax, OIMyOJIMKO-
BaHHBIX PAa3HBIMU WU ofHUMU aBTOpoM (Tabi. 1) B
ToCJIeTHIIe HECKOJIBKO JIET, HETPYIHO CIIeJIaTh BBIBO/
0 HEOCTATOYHOU HAIE)KHOCTU METOIOB TIOCTPOEHUS
JiepeBa Ha CETOAHs. ITOMY, Bpojie ObI 00bEKTUBHOMY
TIOKa3aTesl0 HU3KOTO KayecTBa HaIlero HCCefoBa-
TEeJbCKOTO alapara, MPOTUBOCTOUT BEChbMa JII000-
IIBITHBIA CyObeKTUBHBINM MOKa3aTeslb. Eciu paHbiie
VUYeHBIH OJITHe TOIBl PA3MBIILISLIT HaJl I€PEBOM, CO3-
IaBaeMBIM UM W3 OIIBITA, WHTYWIINY, BIOXHOBEHILI,
TO ceiiyac BECOMBIN OTYET 10 TPAHTY CTABUTCS BbIIIIe
HAy4HOI NIENETUIBHOCTH, ¥ HAyYHOE COOBIIECTBO
He OCYX[IaeT IIPAKTUKH BBIABIDKEHHSI OTHUM U TeM
K€ aBTOPOM Pa3 3a Pa30M IIPOTHUBOIIOIOKHBIX (IIO0-
TeHEeTWYEeCKNX THIIOTe3, IIPU YCJIOBUU YTO IJISI HUX
IpuBJIeKaoTcs HoBble naHHbie (Tabi. 1). Boisiinenue
(buIOreHNN TOHWMAETCST TETePh TJIABHBIM 06GPa3soM
KaK pelleHNie MaTeMaTHKO-CTaTUCTUIECKOH 3a1auu
(JIyxranos u Kysnenosa 2009). 9Tum u onpezesnser-
Cs1 TEPIIMMOCTDH K HOBBIM BEPCHSIM: CJIOXKHAS 3a/a4a
MOJKET OBITh PelieHa OMMOGOYHO He 10 BUHE aBTOPA, a
10 TIPUYKMHE HECOBEPIIEHCTBA MATEMATUYECKOTO aTl-
mapara Wi HeIOCTATKA TaHHbIX, HO OIMMOKH GYIyT B

Ta6muna 1. Cocras “Archezoa” B nBenaauaru paborax T. Kasiabe-Cmuta (u3: Patterson, 1999). B mactosmee Bpemst Monoduius “Arche-

z0a” OTBepraercs.

Table 1. The composition of “Archezoa” in twelve papers by T. Cavalier-Smith (from: Patterson, 1999). Presently the monophyly of “Ar-

chezoa” is rejected.

Cy6rakcon \ Tox 1983 1983 1987 1989 1990 1991 1993 1995 1996 1997 1998 1999
JInI10MOHAIBL X X X X X X X X X X X X
Petopramonambt X X X X X X X X X X X X
OKuCUMOHA/IBI X X X X X X X X X X X X
Muxkpocnopuauu X X X X X X X X X

Tunepmacturuss X X X X X
TpuxomoHaas! X X X X X
MacTturaméGnt X X X X X X

Pelomyxa X X X X X

Entamoeba X X X X

Phreatamoeba X X

Trimastix X
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CKOPOM OyAyIlleM BBISBIEHBI ¥ UCIIPABIEHBL. TaKoBO
ob11ee oXXUmIAHNE.

ITocsie Toro Kak MCTUHHAS (DUIOTEHUSI C IOCTO-
BEPHOCTBIO YCTAHOBJIEHA, OHA, B KOHTPACT CHCTEMa-
THKe, He HYXXIAeTCs B JAJbHEHINTNX UCCTEeI0BAHUSIX
u niepepaboTkax. Eciiv B34Th ee 1711 HOMEHKJIATYPHI,
To GymeT obecriedeHa MPEBOCXOMHAS CTAOMIBHOCTb.
A IIpM HaIMYMU IPOCTOTO criocoba UAeHTUUKAIIN
(mampumep, Ha ocHoBe /IHK-mTpuxkoaupoBanms)
U eIVHOM MMPOBOM 3JIEKTPOHHOU 6ashl JaHHBIX,
CETOHSIIIHNE HETOCTATKU (DUIOTEHETHYECKON CH-
CTEMBI 110 CPaBHEHHIO C JIMHHEEBCKOU (OTCYyTCTBHE
PaIMOHAIBHOCTH, HEMBICIUMOCTD PAHTOB — TT0 YHCJIIY
V3JIOB JIepeBa, U JIP.) COXPAHSIT JIUIITh UCTOPUIECKOE
3HaYeHHe.

Texnuyeckue 0COGEHHOCTH MOJIEKYJISIDHBIX
MIPU3HAKOB

ITporpecc dumoreHeTHKH, Kak 1 000 HAayKH,
CBSI3aH C TEXHUYECKUMU MOCTIDKEHUSIMU. Tak oka-
3aJI0Ch, UTO 3a/jaya MPaKTUUECKOH PEKOHCTPYKLIUU
¢dunorenru GyneT pemarbcs Ha JaHHBIX O MOCHE-
JIOBATEbHOCTSX HYKJIEOTUZOB WJIA AMUHOKHUCJIOT
(ITarankuu  2005). MosekysapHble TPU3HAKA
MHOTOUYNC/IEHHBI (COTHU WM THICSYM, B OavsKanimei
TIEPCHEKTIBE MUJITTFIOHHI ), MIX JIETKO (pOPMaI30BaTh,
a 00pabOTKy aBTOMAaTH3UPOBATh, MHOTHE OECCIIOPHO
TOMOJIOTUYHBI BO BCEX TUIAX WJIU aKe Y KIBOTHBIX
u Gaktepuil (TO €CTh TPU3HAKOB HE TOJHKO OY€Hb
MHOTO, HO MHOTO IPWUTOAHBIX [IJisi CPaBHEHUS U
IUTST OTIpe/le;IEHUsI COCTOSIHUSI BO BHEIIHEH TPYIIIIe,
U TPOCMATPHBAIOTCS €CTECTBEHHBIE CIOCOOBI HX
(opmanuzoBanHoro yuera). PasButme Mmertommye-
CKOM M TEXHUYECKOH 6asbl, UX CTaHAAPTU3AIMS U
pobOTH3aIMsI BEET K TOMY, UTO THTAHTCKUE MACCH-
BBl MOJIEKYJISIDHBIX JAHHBIX CTAHOBUTCS IOJYYHUTbH
ZIeTieBJie W TPOIIE, HEXENU JAaHHBIE IO THCTOJOTUU
U YJBTPACTPYKTYPE, PACIIOIarasi HUYTOKHBIM KOJIH-
4eCTBOM GHOJIOTMYECKOTO MaTepuaia, 6e3 mpuBJjede-
HUST IOPOTOCTOSIIIETO TPy’ CIENUaNTNCTOB BhICIIEH
kBasuKauu (0 HEKOTOPHIM TPYIIaM TaKOTO
MOJKET U He HalTuCh B Mupe). [lomydaemble pe3yib-
TaTBl OTJIMYAIOTCS XOPOIIEH BOCIIPOM3BOAUMOCTHIO
HE3aBMCHMO OT JIaOOPaTOPHH, [eTajleil METOMUKA U
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WIEe0JOTIYECKUX IPEANOYTEHNH HCCIe[0BaTeNsT KakK
B (akTUYecKOM IuTaHe (TIOYTH OJHO3HAYHAS UHTEP-
TIPeTAIV B IIOCIEA0BATEIBHOCTD HYKJIEOTH/IOB), TaK
Y, B U3BECTHOU CTENEHH, Pe3yJBTAaTOB CPABHEHU.
Nx, o cyTH, mOIyYInTh MOXKET KasKIBIH, TPUMEHIB
CTaHJapTHyI0 (a IpU >KeJaHUM OPHUTMHAIBHYIO)
MeTONKY, 6€3 MHOTOJIETHETO W3YYEHUS TPYIIBI U
Oy/ly4u YBEPEHHBIM B J0GPOKAYECTBEHHOCTH (hak-
THUYECKOTO pe3yJbraTta. Kaxaplil B COCTOSTHUU CaMo-
CTOSITETBHO IIPOBEPUTH KOHTPOJBHBIMU OIIBITAMU
JIOCTOBEPHOCTh XOTh OMOXUMWYECKOM, XOTh BBIYUC-
JIUTEJBHON COCTABJIAIONIEH, IIPYEM XOTsI GBI MUHK-
MAaJIbHBII YPOBEHb TaKOi TPOBEPKU BOCITUTHIBAETCS
3TUKOU 3KCIEPUMEHTATPHON HayKu. MosekyssspHast
9BOJIIOINS HE3aBUCHUMA OT MOPGhOJOTHYECKOH, JIETKO
TPUHUMAETCSI HE3aBUCUMBIM CIIOCOOOM TPOBEPKH
TPAAUIMOHHBIX (prIoreHeTHYeCKUX rumore3. [Ipu-
4yeM HEe3aBUCUMOCTb OIIPENeNsieTCsI He TOJBKO TEM
TPUBHAJBHBIM O0OCTOSATEIBCTBOM, YTO 110 NPU3HA-
KaM (eHOTUIIa HEBO3MOXKHO IIPENCKA3aTh TeHOTHII,
CTeNoBaTeNbHO, TAK HA3BIBAEMBIH <«OTOOD B HEKO-
TOPOM HampaBJeHUW», B MOHUMAHUU (HEHETUKOB,
He Tpeanojaraer oréopa KOHKPETHOM MEPBUYHON
crpykrypsl [IHK. CymectBenno Baknee addex-
THBHAsE HEUTPAJIbHOCTH (He B OBITOBOM, a MaTeMa-
TUYECKOM cMbIcae, cM.: Kumypa (1985)) orpomHuoi
Macchl MOJIEKYJISIDHBIX IIPU3HAKOB, U, BBUAY 3TOTO,
MPUHIUTIAATBHO WHON XapakTep WX 9BOJIONUU:
60JIbIas TOBTOPSIEMOCTb, OOJIbIIAsT IIPUMEHNMOCTD
CTAaTUCTUYECKUX METOIOB K omucanuio. B oTHoIIeE-
HUU MOJIEKYJISIDHBIX ITIPU3HAKOB JIETKO BBIBUTAThH
BEPOSATHOCTHBIE TUIIOTE3BI 00 WX IBOJIONMU’ U Te-
CTUPOBaTh, OTBEPraTh WJIM YTOYHATH WX, BHIOUpas
MOJIEJTH, YCPEHEHHBIE Ha GOJBIMNX BHIOOPKAX WM
e aJanTHPOBaHHbIEe K OCOOEHHOCTSM pPacCMaTpH-
BaeMOro TeHa B OT[EJbHBIX KiagaX. Takoil moaxon
MTOJTHOCTHIO COTJIACYETCS C MAPAJUTMO BBISBIECHUS
(uoreHny Kaxk pelleHWs] BEPOSITHOCTHOM 3amauu
(JIyxtanoB u Kysuemosa 2009). [lsisg mpusHakoB
AHATOMMM TPAKTUYEeCKU HEBO3MOXKHO B HACTOSIIEe
BpeMsI IaTh KOJUYECTBEHHbIE OIEHKN BEPOSITHOCTEN
HE3aBUCUMOT0 BO3HUKHOBEHUS WK PELYKIUU B TOM
WU IPYTOM ciydae. DTO OHA U3 TJIaBHBIX IPUYUH
GECTIOMOIIIHOCTH TPAAUIMOHHBIX KOHIENui (Ha-
npumMep, KoHienuu Articulata) B mpoTuBOCTOSHIM

SEcin YUUTBIBATb HE 3apIliaTy, a U3[AEPIKKU 110 MHOTOJIETHEM IIOJITOTOBKE U YUCJIO 3K3EMILJIAAPOB, OIIPE/ECIAEMbBIX CUCTEMA-

THUKOM B «TPY/IHOW» TPYIIIIE 32 BECh TPYAOBOU CTaXK.

"T. e. MATpPUIIBI BEPOSTHOCTEN aMUHOKUCTIOTHBIX 3aMeEIeHUH, pacIpe/iesieHre TIPU3HAKOB 0 CTENIeHN KOHCEPBATUBHOCTH C
YHCJIEHHBIMY 3HAYeHUSIMY TTapaMeTpPOB pacipeznenenus u T. 1., cM.: (Heit u Kymap 2004; JIykarmos 2009).
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THIIOTe3aM, OCHOBAaHHBIM Ha MOJIEKYISIPHBIX JaHHBIX.
IpakTrka TOKasaja peajbHyI0 OeCIpeleeHTHYIO
YCTOMYMBOCTh BBIBOJIOB, OCHOBAaHHBIX Ha MOJIEKY-
JISIPHBIX TAHHBIX: (DYIIOTEHETHYECKIUE THUIIOTE3HI, BHI-
IBUHYTHIE TIPU AHAJIM3€ OTAETbHBIX T€HOB, TAKUX KaK
rer 18S pPHK, Tenepp moaTBep:KAaI0TCS T€HOMHBI-
MU JIaHHBIMH — TIPU YBEJMYEHNN 00beMa YIUThIBAE-
MO mHGMOPMAITUY He B Pasbl, & Ha MOPSAKA. TaKOBBI
OCHOBHBIE TIPUYMHBI YHA0OCTBA U TMOBCEMECTHOTO
TMpPUMEHEHUsT MOJIEKYJISIPHBIX TPU3HAKOB B (uiio-
reretrke. Korma 3aaua peKOHCTPYKIMU BCeoOIei
¢dunorenuu Gyner pelieHa, BUAHO, 4TO 3TO Oyzer
ClIeJTAaHO He3aBHCUMO OT IIPU3HAKOB aHATOMUU, Pa3-
MeIlleHre COCTOSIHUI MOCJETHUX Ha JEPEBE, MOXKET
OBITh, YTOYHHUT 3aKOHOMEPHOCTH MOP(}OJIOTHIECKON
HBOIONUYU (COOTHONIEHWE MOAYCOB U T. T0.) 6e3 Jio-
TMYECKOT0 KPyTa B pacCysKaeHusx. BoaMoxHo, yTou-
HEeHHbIe 3HAHUST 00 OOBIYHBIX B HBOJIONUN ¥ PEIKUX
crocobax TpanchOpMaIii IPUTOAATCS A1 (puitore-
HETHYECKOH WHTEPIIPEeTANY IaJleOHTOJIOTUIECKOTO
MaTepHaJia, HeZOCTYITHOTO MOJIEKYJISIPHBIM METOZIAM.

Ocob6eHHOCTH MaKPOMOJIEKYJl KaK XUMUYECKUX
00BEKTOB OKa3bIBAIOT TEXHUYECKOE BIIUSTHUE HA XOJ
pexoHCTpyKIMu ¢unorennn. Jlanmeko He caMbIM
BaJKHBIM WCTOYHUKOM OHMIMOOK, TeM HEe MEeHee IO
HEOPEKHOCTH HE BCET/IA BBISB/ISEMBIX, SIBJISIIOTCS Jia-
GOpaTOpHBIE 3arpsi3HEHMs, TAPA3UThI, IPUCYTCTBY-
I0IYe B TKAHSIX, HETlepeBapeHHbIe OCTATKU ITUIIY,
MuKpooOpacTanust U yacTuisl ocagka (Buckley et
al. 2008;Wray et al. 1995; Pawlowski et al. 1996;
Bourlat et al. 2003; Lecroq et al. 2009) — To, 0 uem B
TPAJMIIMOHHON (PUIIOTEHETHKE He HAO GECTIOKOUTH-
cs1. B 0coObIX ciydasix 3arpsisHEHUE HOCHUT €IUHO-
00pa3HBIi CHCTEMATHYECKUI XapakTep (HampuMep,
nonuMmepasnas nemHas peakius (IIL[P) ¢ «yruBep-
CaJIbHBIMU» TIpafiMepaMy MPU OOBIYHBIX YCIOBHUSAX
B pasHbIX JabopaTopusx Bmecto rera 18S pPHK
60p031YaTOOPIOXUX MOJLIIOCKOB IIPUBOAUT K aMILIHU-
(uxamy reHa UX KepTBBI — THAPOUIOB, Jake IIpU
crernuaabHoi mpemnaposke Tkaneil (Okusu and Giri-
bet 2003); nprurHa He B HU3NIECKOM TIpeodIaTaHny
JAHK runpouzmos, a Bropuunoii ctpykrype pIHK
COJIEHOTPAcTPoB, codepsxkaimeii GC-6oraTbie TepMO-
crabunbnbie bk (Meyer et al. 2010), nmpemnsT-
CTByIOIIME ToJauMepa3Hoi peakiun). [Ipaktudyeckn
ropasfo BaskHee JabOpPaTOPHBIX OIIMGOK YHUBEP-
caibhble cBoiictBa JJHK u 6eJIKOB, IPOSIBIISIONINECS
B aBosonuu. C HUMU CTaJKUBAIOTCS HE3aBUCHUMO
OT CTEeTleH! aKKyPaTHOCTU WJIM HEOOBIYHBIX CBOWCTB
o0BbeKTa — BCErjaa U Hem36esKHO, Mo caMoMy (akKTy
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pabotsl. Tak, Mpu CpaBHEHUHU JAJIEKUX BUIOB HEPE-
KO 3aTPYHEHBI OTIPe/ieieHre OPTOJIOTHYHOCTHU TEHOB
¥ IPABUJIbHOE BRIPABHUBAHUE TTOCIIEI0BATENBHOCTEH
(TIOTeHIMAbHBIE UCTOYHUKK OIMU6GOK!); Tpebyercs
VYUTHIBaTh (PGhEKTH HACHIIEHUS TOCIEI0BATENb-
HOCTEll 3aMeHaMM, TOMOILIA3WU, HEOAUHAKOBOCTb
CKOPOCTEW 9BOJTIONMH ¥ BBI3BIBAEMBI MU apTe(daKT,
W3BECTHBIN KaK MPUTSKeHNe JMHHBIX BeTBel (LBA
B aHrmossbiuHoi sureparype) (Felsenstein 1978;
Philippe 2000; Anderson and Swofford 2004, u ap.).
Hao6opor, rpu cpaBHeHUN OJIU3KUX BUIOB HACHIIIE-
HUsI 3aMEHAMHU He HaOJIOMAeTCs], a TOMOILIA3USIMU
MOKHO TIpeHeGpeYb, HO BMECTO 3TOTO JEHCTBYIOT
(akTOpBI TMOMYJISAIMOHHON TE€HETHKH: AJIETBHOTO
moanMopbu3Ma, HE3aBUCUMOI (bUKcAuu ajuiesnei,
ruOPUAN3AIMI W CBSI3AHHBIM C HE 3aMeIeHneM aji-
JieJieit, KOTOpbIe He UMEIOT 3HAYEHUSI TIPH OT/AIEHHBIX
CpPaBHEHUSIX. BBI3bIBaeMble MEPEYNCIEHHBIMU (-
(bexTamMu OTKJIOHEHHS] CKOHCTPYHUPOBAHHOTO /lepeBa
OT UCTUHHOTO HOCSIT CUCTEMATHYECKUN XapakTep W
MIPUHIUIIAAIBHO HE MOTYT OBITh OOHAPYKEHbI CTATH-
CTUYECKUMU TECTAMH, TAKVUMU KaK MHIEKC HellapaMe-
tpudeckoro Gyrcrpama (Felsenstein 1985), koTopsiit
BITOJIHE MOJKET B TAKUX CJIydasix npumuceiBaTh 100%
TO/ZIEPKKY OMUGOYHOMY Y371y, ITO HE 3HAYWT, YTO
CTaTHCTUYECKUE TECTHI He HY)KHO NPUMEHSITh: (e3
HUX HEBO3MOKHA MPABUJIbHAS WHTEPIPETANUS pPe-
3yJIBTATOB CPABHEHUS MEPBUYHBIX CTPYKTYP — BENb
B WX 3BOJIIOI[MY OY€Hb BEJUK CTOXACTUIECKUIT KOM-
TTOHEHT. /[y BBIABJIEHUS W WCIPABIEHUS CUCTEMA-
TUYECKUX OMMOOK He pazpaboTaHO YHUBEPCATHHOIO
MHCTPYMEHTa, HO OHM HAXOMATCS, KpoMe Hambosee
TSDKEJIBIX CHIYYaeB, CIENUATbHbBIMUA CPENCTBAMU, Ja
¥ B II€JIOM COBPEMEHHBIE TIPOTPAMMBI BHIPABHUBA-
HUsS TIOCJIeZIOBATENBHOCTEN, MOCTPOEHUST JE€PEBDEB,
TECTUPOBAHUS TOIOJIOTHI CYIIECTBEHHO MEHee O/
Bep)KEHBI apTeakTaM, 4eM ecATUJIETHE Ha3al, a
TIOJTHOTEHOMHBIE TIPOEKTHI ¥ CIEIMaTU3UPOBAHHBIE
6a3bl JaHHBIX CHUYKAIOT OIACHOCTh OMIMOKH BBIOOpA
0opT0J10T0B. [OpM30HTAIBHBIN TIEPEHOC TPALUITUOHHO
paccMaTpUBAeTCsT KaK MOTEHIMAJIbHBIA HCTOYHUK
OIIMO0K — OH MOPAKaeT BOOOPAKEHUE M 3aCTIOHSIET
cxoubiii 3¢deKT Gosee 0OBIYHBIX U BCEOOIIUX IIPO-
I[ECCOB: yTPaThl TEHOB (B TOM YKCJIE TAPAJIOTOB) B
OT/IEJIbHBIX JBOJIIOIMOHHBIX JUHUSAX U PA3HOU CKO-
poctu 3BoJoIUH. TeOpeTUIeCKH TJIaBHASI TPYAHOCTb
TOPU30HTAJIPHOTO IMEPEHOCA HE B TPOHUKHOBEHUU
¥ BKIoYeHWM B TeHoM uyskepomHoii /JTHK, a duk-
CcaIfiy TaKOTO COOBITHS B TOIYJISAIMK W 3aMENIEHUN
XO03SICKOT0 aHaIornyHoro reHa. MDukcarus 10/KHA
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OCYIIECTBJISITBCSI CTOXaCTHMYECKUM IIPOIIECCOM, Kak
mpaBmwiIo — 6e3 oMo 0T6opa — BBUAY PEAKOCTH
a(pdekTBHOTO (PYHKITMOHUPOBAHKUS T€HA B HECO-
[JIACOBaHHOM cucTeMe (9TO 3HAIOT GUOTEXHOJOTH,
TIBITAIONUECS HKCIIPECCUPOBATh UY>KEPOMHBIN TeH,
a IoJIyYalolyie HEPEAKO TeIblla BKIIOYEHUsI BMECTO
HaTUBHOTO 6ejka). CTPYKTYpHO U (PYHKIMOHAIBHO
MaKpPOMOJIEKYJIBI B KJIETKE CKOPPEIUPOBAHEI, aHAJIO-
TMYHO OpraHaM B OpraHu3Me (TOJBKO KOPPeJSIuii
6oJIbIlE, YTO U 00YCIOBINBAET OOIBIIYI0 KOHCEPBa-
THUBHOCTb MOJIEKYJISIDHBIX IIPU3HAKOB M MeJJIEHHYIO
MOJIEKYJISIPHYIO SBOJIIOIMIO TI0 CPAaBHEHWIO C MOp-
(onormueckoii; cp. ¢ mueanem I. Crencepa (1870)
O HEBO3MOXHOCTH 3SBOJIOIUU CJIOKHBIX OPTaHOB
6e3 CIenmuaJbHOTO MEXaHW3Ma, 00eCIIeYuBaIONIero
COTJIACOBAaHHOE M3MEHEeHWe YacTeil — i MOJIEKYJT
MOMOOGHBIX MEXaHU3MOB HET, B OTJMYME OT AHATO-
MUYECKUX CTPYKTYD, MOACTPAMBAIONINXCSI IPYT K
IPYTY 32 CUET OHTOTEHETUYECKUX U S PTOHOMUYECKUX
Koppessnuii). He ciydaiino naxke B GaKTepraJbHBIX
cucTeMax Hambojiee M3BECTHBI KaK PacIpPOCTPaHs-
IOIKeCs] TOPU30HTAIBHO JEeTEPMUHAHTHI YCTOMYM-
BOCTH K JIEKAPCTBAaM U COJISIM TSKEJIBIX METAJITIOB:
ux abCoOMOTHASA JKU3HEHHAs HEOOXOAMMOCTD dalle
KOMIIEHCUDYeT, B U3BECTHBIX YCJOBUSX, U3/EPKKU
MEPEHOCa, €M, JOMYCTUM, BBIUTPHINI OT HEPEHOCa
TeHa Jisl yTUIU3auu HeoObryHOTO yraeBona. Ho B
CIIyYasix IJIATENTbHOU SBOJIONUY BHYTPUKJIETOYHBIX
CUMOHMOHTOB JIOKa3aH YCIIENTHbIN, 3aKOHOMEPHBIH 1
MaCCOBBII IIEPEHOC UX T€HOB B SIAPO XO35UHA; y4H-
TBIBas HAJIMYVIE TIEPBUYHBIX, BTOPUYHBIX, TPETHYHBIX
SHIOCUMOVOHTOB Y OMHOKJIETOYHBIX, MEPEMEKAIO-
meecsi ¢ UX yTPaTOl, TOPU3OHTAJIbHBIM TIEPEHOCOM
T€HOB B TIPOTO300JIOTHH HEJb3sT IPEHEOPeUh, a €ro
BBISIBJIEHNE CTAHOBUTCSI TPYHOM 3a/1aueii.
TexHUUECKUMIY SIBJISTIOTCSI TaK)Ke BOIIPOCHL O 3a-
KOHHOCTH CY>KIeHUH 0 GDUIOTeHNH BUAOB 110 OTHOMY
TeHy, O Pa3JUYUIX JePEBHEB, CKOHCTPYUPOBAHHBIX
10 Pa3HBIM T€HAM, U Yero HaA0 OOJIbINeE JJIs TOCTO-
BEpPHOH (DUJIOTEHUN CPAaBHUBATH: T€HOB WJIU BUIOB.
[TepBbIil BONIPOC AUIIIIOMATUYECKA MACKUPYET Hau-
BHBII CKEICHC II0 OTHOIIEHWI0 K IIPUMEHMMOCTU
MOJIEKYISIPHBIX TAHHBIX JIJIs1 PEKOHCTPYKIUU (PUIO-
rernu. IT0OCKOJIBKY T€H HE CYNIECTBYET caM 1o cebe,
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ecsi 6 yIaaoch peKOHCTPYMPOBATh €I0 JOCTOBEPHYIO
¢dunorenuio, oHa Oblia 661 1 usorenueit Buma (uc-
KJTI0Yasl AYTJIMKAIUA U TOPU3OHTAIBHBIN MEPEHOC).
KoHeuHO, TPYOHO pacCuMTHIBATh, 4TO JIIOOOH TeH
CTOJIb U3MEHYUB, YTO KaXKIbIH KJIaJ0TeHe3 B UCTOPUH
JKU3HU Ha 3eMJIe OTMEYAJICS B HEM YHUKAIbHOM arno-
Mopdueit, ¥ CTOJIb KOHCEPBATUBEH, YTO COXPAHUJ BCE
9TH arloMOP(UHU B HEM3MEHHOM BHUJIE C IOKEMOPHSI 10
HaIUX AHeH. B IpOTUBHOM CIy4ae Te Wiy MHBIE Y3JIbI
JiepeBa C ero MOMOIIBI0 GYIyT PEKOHCTPYUPOBAHBI
HEJOCTOBEPHO WU ommbouHo. ITosToMy duiorese-
TUYECKHe TUIIOTE3hI, OCHOBAHHbIE HAa OJJHOM T'eHe, Ha
KaKMX-TO IPYTUX FeHax 003aTeNbHO He IOATBEPIAT-
Cs1, HO 3TO He MMEET 3HAYEHUs], ¥ B 3TOM HET mapa-
nokca (Anémus u ap. 2007). VicTUHHOE IepeBo Heob-
XOIMMO YCTaHABJIUBATh HE YCPEIHEHUEM OIIMOOK, a
BBISIBJIEHMEM JIOCTOBEPHBIX U HEOCTOBEPHBIX Y3JIOB
IS KasKIoro reHa (MM pacCMaTPUBATh C TEX JKe T10-
3UIMI 06beUHEHHBIA MacCuB, B CIydae HeoOXOau-
MOCTH TIOfIPa3/IeJIEHHBIN — He 0653aTeIbHO Ha TEHBI,
a, HalpyMep, Ha KOHCEPBaTUBHbIE M BapuabesbHble
obmactu). BaxkHBI BOIPOC — O TaKCOHOMHUYECKOM
BbIOOpKe. Ha 1epBbiii B3IUIsA, € OTPaHUYEHHOCTD HE
JOJIKHA ITPEICTABJISATH POOJIEMBI IIPU YCIOBUU UTO Y
HaC €CThb HaJIeXKHBIH CII0C00 PEKOHCTPYKIUH (DHIOTe-
Huwn®, HampuMep, MprMeHUM €ro K YeTBEPKE BUIOB:
MyXa, KOJTbYaThI Ye€PBb, KPYTJIBIN Y€PBb, MOJLIIOCK,
HaiieM O/IMKaMIIyIo apy ¥ y3HAeM KakKasi TUIIOTE3a
mpasuiabHas — Articulata uim Ecdysozoa. ITpaktuka
BBISIBAJIA OTPAHUYEHMSI JIJIsl TAKOTO ontuMu3Ma. He B
TOM TIPUYMHA, YTO IO OTAEJIbHBIM IIPEACTABUTEISIM,
6e3 abCOMIOTHO BCEX IIPU3HAKOB aOCOMIOTHO BCEX
BUOB (PUJIOTEHETHKE HE CIPABUTHCSI. B oTCyTCTBHE
TOMOILIa3¥ii MCTUHHOE /E€PEBO DPEKOHCTPYUPYETCS
METOIOM MAaKCHUMAJIbHON 9KOHOMHUHU HE3aBHCHMO OT
yucaa BuzoB. Ho mpu Haauyuu roMoIia3uil — uc-
TOYHMKE apTe(aKTOB PEKOHCTPYKIIUU — BBISIBUTD UX
MOJKHO TOJIBKO B IOCTATOYHO GOJIbIINX HAGOpax mpu
KCITOJIb30BAaHUY METO/I0B MAaKCHUMAJbHOM 9KOHOMUH,
KaK y4eCTh IIOBTODHBIE 3aMEHBI, KOHCOJIMINPOBATDH
TPYMIBI C Pa3HOW CKOPOCTHIO DBOJIOIUU W BHECTU
MOMPaBKK Ha TETEPOTEHHOCTh — IIPU MCIIOJb30Ba-
HUU IACTAHIMOHHBIX METOMOB, TIOBBICUTH TOYHOCTD
OIIEHKU TIAPDAMETPOB — TSI METOZIOB MAKCUMAJIBHOTO

8A eciv pe3yJIbTaT PEKOHCTPYKIIUK 3aBUCUT OT BHIOOPKH, TO PE30HHO 3a/1aTh BOIIPOC O HEOIIMCAHHBIX BU/IAX, BHIMEDIIUX B
XOJI€e IMBEPTEHIMU BUAX, PA3SHOBUAHOCTSIX, TAIJIOTUIIAX — OHU HABCET/IA OCTAHYTCs HeAOCTYNHbL Ecim Bce OHM HEOOXO-
JIMMBI JIJIS1 PEKOHCTPYKITUH, TO 9TO 03HAYAET, YTO ¥ HAC HET Crocoba PeKOHCTPYKImuU. KeTaTy, mpu ux A0CTYITHOCTH CII0CO6
PeKOHCTpYKIuY (bIIOTeHUH ObLT OBl U HE HysKeH (P aOCOTOTHO TOYHOM alIPHOPHOM 3HAHWU HAYKA C €€ «3aKOHAMU» U

METO/IaMU YCTAHOBJIEHUS UCTUHBI He Hy’KHA).
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mpaBaonono6us. TakuM 06pa3oM, 3aBUCUMOCTb TOY-
HOCTU DPEKOHCTPYKIIMK OT YWCJA AHAIU3UPYEMBIX
TaKCOHOB HOCHUT He (PUI0CODCKHUIA, a TEXHUYECKUI
XapakTep u, Oy/Ib OHa TIPOINE, TO BBHIYKCISIACH GBI
kak mapamerp. Ho Tenepsb 106pomopsiiouHas Hayd-
Hasl IUCKYCCHs 9€T0 HA0 CEKBEHUPOBATH OOJIBIITE —
rexos wiv BuzoB (Degtjareva et al. 2004) — momomia
K IIPOMEKYTOYHOMY (DUHATY: yKe ceiliuac u3IepsKKu
Ha CEKBEHUPOBAHUE MEHBIIE Y€M HA KOMITBIOTEPHYIO
06paboTKy. YKe ICHO, 4TO BCKOpe Oy Ay T ONpeaeieHbl
HYKJIEOTH/IHbIE TIOCJIEIOBATEIBHOCTH COTEH U THICSY
TeHOB MHOTHUX THICSIY BUJIOB, M BOIIPOC HE B BHIOOpE
CTpaTeruy CeKBeHUpOoBaHus, a o0paborku. U yxe
SICHO, YTO MPOCTOE YyBeIWYeHHe OOBeMa [TaHHBIX
He U306aBJsieT OT U3BECTHBIX MPEXKIE, M0 Pe3yJIbTa-
TaM CpPaBHEHUSI OTHEJbHBIX TEHOB, apTedhakToB, a
CIOCOOHO W YCHIIUTH CHCTEMATUYECKHE OIIMOKHL
Hanpumep, HeMaTonsl, IIpe/CTaBIEHHbIE OIHIM
punom Caenorhabditis elegans, Ha MaKCHMaJIbHO
MPaBAOTIONOOHOM JIEPEBE, MOCTPOEHHOM TIO KOH-
KaTeHNPOBaHHBIM 133 GETOKKOAUPYIOIMM TeHAM
(60;1ee 31000 aMMHOKUCTIOTHBIX TIO3UITHIA), TPYIITIU-
PYIOTCSI C TIJIOCKMMU YepBsiMu (KaK «HU3IIHE YePBU
Scolecidas), HO OHM e TPYIIHUPYIOTCA C TUXOXOJI-
Kamu ¥ wieHucroHorumu (B cocraBe Ecdysozoa),
eciu Caenorhabditis 3amennts Ha Xiphinema. Tpu-
YMHA B MEHBINEHl CKOPOCTH HBOJIIOIMKA MHOXKECTBA
reHoB Xiphinema (MeHbIIIeH [I/IMHe BETBU Ha JIE€PEBE)
(Baurain et al. 2007). DtoT pesysbrar HMOJy4eH Ha
BBIOOPKE U3 23 TaKCOHOB, HO Ha PACIIUPEHHOU BbI-
6opKe U3 56 TAKCOHOB MPOTHBOPEYNE B TOIOJOTHU
CKOHCTPYUPOBaHHBIX JIEPEBHEB UCUE3AET: HE3ABUCH-
MO OT TOTO, KAKMM BHUJ[OM TIPE/ICTABIEHBI HEMATOIB,
oHM OKasbiBaioTcst B cocraBe Ecdysozoa (Baurain et
al. 2007). Ocranbubie 20 (TouHee, 19 HE3aBUCUMBIX)
BHYTPEHHUX y3JI0B Ha JIBYX /lepeBbsIX U3 23 TAKCOHOB
MIOJTHOCTBIO COBIAJIAIOT, €CJM HE YYUTHIBATH II0JIO-
JKeHus1 HeMaToA. U OHM 3aMedaTenbHBIM 00pa3soM
TIOJTHOCTBIO COBMECTUMBI C TOIIOJIOTHEN JiepeBa u3 56
TaKCOHOB. B TO BpeMst Kak «IIPOCThbIE» CJIyIau OHO-
3HAYHO PA3PEMIAIOTCS HATUIHBIMU CPEICTBAMHU TIO-
CTPOEHUsI JIEPEBBEB, IJIsI TIPEOJIOIEHNs apTe(aKToB
¥ BBISIBJIEHUS] UCTUHHOM (DUJIOTEHUH B «CJIOXKHBIX>
cJIydasix moTpeGyeTcst ¥ MPUBJIEIEHUE TOTIOTHUTEb-
HBIX JIAHHBIX, ¥ pa3paboTKa 6Gojiee COBEPIIEHHBIX
Coco60B UX aHAJIN3A.

OpmHO TpMMeYaTenbHOE OOCTOSATENBCTBO —HBI-
HEIITHETO IIEePEXO/THOTO ATana (PIJIOTEHETUKU TaKKe
MOXKHO Ha3BaTh TEXHUYECKMM, HO €r0 IIOJIOKEHUE
ocobennoe. TeopeTHYeCKH M3BECTHO, KAKOW TAKCOH
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celyeT UMEHOBAaTh MOHO(MUIETUUYECKUM: BKJIIOYA-
0N BCEX MMOTOMKOB OJIMKAMIIero obIero mpeaka.
He orkassiBasicb (hOpMaJbHO OT 9TOTO IOJIOKEHUS,
MOJIEKYJIIpHAsl (DUJIOT€HETUKA 3JI0CTHO HApPYIIAeT
€ro Ha mpakTuKe. Tak, yTBEpXKIAeTCs MOHOMDUIINS
nepsuaHOpOTHIX KUBOTHBEIX (Philippe et al. 2005).
B camom nese, o6HapyKeHbI cuHAIOMOPGUY B IIEp-
BUYHBIX CTPYKTypaX OeJTOKKOAUPYIOIINX TeHOB IJIaB-
Herimux TUMOB Protostomia. Ho cocrosHme sTtmx
MMPU3HAKOB B HEKOTOPBIX TPYIIAX MOTEHIIMAIbHBIX
nepsuaHOpOTHIX (Acoela, Nemertodermatida, Dicy-
emida, Orthonectida, Myxozoa, Lobatocerebrida)
[I0OKa He M3BECTHO MO0 ayTamoMopdHO; BCE OHH,
KpOMe He ¥CCJIeZIOBAHHBIX MOJIEKY/IIPHBIMYA METO/Ia-
mu Lobatocerebrida, oTmmuarorcs mossIeHHOM CKO-
POCTHIO MOJIEKYJISIPHOM 9BOJIOINH, ¥ UX TOJOKEHIE
Ha CKOHCTPYHPOBAHHBIX IE€PEBBSIX CIIOPHOE BBUILY
3(pdeKTOB TPUTSIKEHWST AJUHHBIX BeTBel. Ilpak-
THKA TaKoBa, 4TO MOHOGUIUA Goabmux rpymmn (He
00s13aTeJIbHO TUIIOB WK KJIACCOB) YCTaHABIMBAETCS
He YeCTHO, a TIPU YCJIOBUM UCKJIIOYEHUS U3 PACCMO-
TPEHMS OTAEIbHBIX HMPOOJEMHBIX WA HE HMCCIELO-
BaHHBIX TAKCOHOB, Pa3MellleHre KOTOPhIX Ha JepeBe,
KOTZia OHO OYZET CIENIAHO C JOCTOBEPHOCTHIO, MOJKET
W3MEHUTHh COCTAaB HEKOTOPHIX TPYIIN, BBHIBEIEHHBIX
ceiyac KaKk «MOHO(DIIETHIECKHIES.

[JlaHHble O MEPBUYHBIX CTPYKTypax, €CIN WC-
KJIIOYUTh BUOBYIO AUWATHOCTHUKY, TeHoreorpadwuio,
TeHETHKY Pa3BUTHSI U COBCEM YXK PEIKYIO MOJEKY-
JIIPHYIO0 «(DU3UOTOTUIO», UCTIOIB3YIOTCSI B 300JI0TUN
KaK WHIUKATOPBI POJICTBA. JTO (PUIOTEHETHKA TIO ee
METOMOJIOTHY ¥ 3aadyaM. B 3TOM cMbIC/ie TEPMUH
«TeHocucTeMaTkay, BBeleHHbIH A.C. AHTOHOBBIM
(1974), neynaueH, Tak KakK MPOBOAUT IPAHUITY HE IO
KJIIOYEBOMY TIPU3HAKY (METONOJIOTHU KJAJAUCTUKU
BMECTO CHCTEMATHKU), a HecyliecTBeHHOMY (ucC-
MOJTb30BAHUIO TEHOTHIIA BMeCTO (DeHOTHWIa B Tpa-
IVITMOHHON «beHocHucTeMaTrkey ). Tounee, TeEpMUH
«TE€HOCHCTeMAaTUuKa» Obll mpexzaespeMenHbiM. C
yIelleBJeHneM TEeHOMUKM B3I/ Ha OHOpPasHOO-
Opasue Oymer Bcé 6ojiee CTAHOBUTCSI TEHETUYECKHUM,
a He aHATOMO-MOP(MOJIOTHYECKUM, B MeTareHoMax
(YHKIMOHMPOBAaHHUE COOOIIECTBA MHTEPIIPETUPYET-
cd UCXOMs U3 IOCIELOBATEIbHOCTEN, a He MOJIEBBIX
HabmoneHunit u T. 1. MosekyspHast GUIOreHeTHKa,
HBIHE CO CBOel OemHOW 3amadyell KOHCTPYHPOBAHMUS
MaTeMaTHUYECKOro 00beKkTa — rpada 6e3 MUKIIOB, BCE
Gosblie OyzeT 3aXBaThIBATh CEKTOP COAEPIKATENb-
HOTO OMOJIOTUYECKOTO 3HAHUS U CTABUTD 3aa4l UC-
TUHHOU T€HOCUCTEMATHUKY (TI0/T MMEHEM «CUCTEMHOMN
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6uosnorun»). Tak ke, CUMMETPHYHO, CHCTEMATHKA
MOJKHA GYIET ONMUCHIBATH OCHOBHOE U3BECTHOE, TO
€CTh TeHETUYECKOe, GMOPa3HO06pasue afleKBaTHHIMU
crmocobaMu — He TPOCTO <«YYUTHIBATH MOJIEKYJISP-
Hble TIpU3HAKW HapaBHE C IIPOYMMU», a CO3/1aBaTh
a/leKBaTHBIE B IIEPBYIO OYepefib /7SI TeHeTUIeCKOTo
PazHO0Opa3usi MEPOHOMHUIO (€€ 3a4aTKAMMU SIBJISIIOTCST
MeXIyHApOIHble KaacCUbUKanuu u Gasbl TaHHBIX
KOHCEPBAaTUBHBIX  /IOMEHOB, IIPOCTPAaHCTBEHHBIX
cTpykTyp ((dOAmOB), CeMeHCTB OeNKOB, KJIacCOB
muPHK u 1. 11.) 1 TakcoHOMUIO (€e 3a4aTKOM SIBJISI-
I0TCSI IOCTOBEPHBIE TOIOGMUIETUIECKUE TAKCOHBI).

OHOKJIETOYHbIE

HpI/IHHI/IHI/IaJIbHO OTJIMYHBIE OT MHKPOCKOIINU
TEeXHUYECKUE CPEACTBA CO3/ATHM HOBYIO CHUTYAIHIO
B ¢usoreretnke. OHa H00MIACh YCIIEXOB Jake Ha
CTOJIb HEBBITOZHOM IIOJIe, KAK PaguaIivsi COBPEMEH-
HBIX 9BKAPUOTOB, TJE, Ka3agoch Obl, OJNKEH Ha-
BEYHO IapuTh Xaoc. IIycTh BMECTO yCTPEMJIEHHOTO
K IIPOTPecCy AWXOTOMHYECKOTO JEepeBa OHa IIOKa
OCTOPOKHO BBIOUpPAET <«(PHUIOTEHETUYECKYIO PO3ET-
Ky» (Baldauf 2003), B meHTpe KoTopoii ocraércs
«6emoe maTHO uctopun» (Puc. 1). Tem He Menee
OHA CMeJIO, T/Ie BO3MOXKHO, COEAVHSIET HAVBBICIIVE
TaKCOHOMUYECKUEe KaTeTOpUY — I[apcTBa (HapuMmep,
rpuGOB ¥ )KUBOTHBIX) U THUIBI (HATIPHMED: UH(Y30-
puii ¢ UX YHUKQJIBHOM ayTamoMopueil — siiepHBIM
IyaJu3MOM, CIIOPOBUKOB, THUIIOJIOTUYECKU XapaKTe-
PU3YEMBIX aUKATHBIM KOMILIEKCOM, — OOBEKT TIPO-
TO300JIOTUU C PYAUMEHTOM ILIaCTUADI, X ITAHITUPHBIX
JKTYTUKOHOCIIEB — OIHOKJIETOYHBIX BOJOPOCJEH,
“Mesokaryota”, OTIMYAIONIMXCS OT BCEX MPOYUX IB-
KapHOTOB CTPYKTYpPOIl MHTep(dA3HBIX XpoMocoM). B
yuebHuKe «3000TUsT GECTIO3BOHOYHBIX> MO PENAK-
nueit 0.1. [onsauckoro (Jorens 1981) undysopuu
¥ CIIOPOBUKY — ITO JIBA THUIIA U3 TISITH, BBIETEHHBIX
IUIsT  OMHOKJIETOYHBIX; TEIEePh OHM YacTh Y3KOTO
MoHodmIeTnueckoro takcona Alveolata. 13 Tpex
OCTaBINUXCSI MUKPOCIIOPUIVH BKJIIOYEHBI B TPHUOBDI,
MuKcocropuany B Metazoa, a «TUII CaKpOMaCTUTO-
(dopbl» pa3bUT HA MHOKECTBO TPYIII, PacHpeeseH-

B.B. Anémun

HBIX COTJIACHO BBISIBJIEHHOMY pozcTBY. s Alveolata
HalileH OoOmuil  yJBTPaCTPYKTYyPHBIA IPU3HAK:
MeJIKWe My3bIPbKM, Jiexaliue moja memOpanou (y
UH(Y30pUii), UM «CIUBIIAECS> B OWH TMTAaHTCKUN
«ITy3BIPEK» Ha BCIO KJIETKY — JIBeé BHYTPEHHUE MeM-
GpaHbl TPeXMeMOPAHHOW TMEJTUKYJIBI CIIOPOBHUKOB.
CoenuHSTh TOKPOBBI WH(Y30pUil U CIIOPOBUKOB
B OfIUH MOP(OJIOTHYECKUl PSl IPUIILIO B TOJOBY,
KOHEeYHO ke, Osaromapss MoHopuimu Alveolata,
otkpbitoii Ha reHax pPHK (Gajadhar et al. 1991;
Wolters 1991) u BmocIeACTBUM IOATBEPKIEHHOM
T€HOMHBIMU JaHHBIMU. BrinosHss cBoio HccJgeaoBa-
TEJNBCKYI0 MPOTpaMMy, (UIOTEHETHKA IOCTETIEHHO
«pasrpebaer» MyabTUdYpKanuy (PUIOTeHETUYECKOR
«PO3€eTKU», HANpHMep, obbexuHsieT stramenopiles,
Alveolata, Rhizaria mox a66pesuarypoii SAR wuim
RAS (Burki et al. 2007; Rodriguez-Ezpeleta et al.
2007). TpaBza, v paHbIlie B PAa3HOKTYTHKOBBIX 1 Al-
veolata moo3peBaiu POACTBEHHUKOB: B JINTEPATYPE
yTBepAUIOCHh Heyaaunoe HazBanue “Chomalveolata”
(Cavalier-Smith 1999) xax o6uiee a5t MOHODUIETH-
yeckux Alveolata u monmmduaerndeckoro “mapcrsa
Chromista” (coeguHSIOMEr0 PasHOKIYTUKOBBIX C
ranToUTOBBIMA U KPUMTO(GUTOBBIMU U COXPaHSI-
eMoro GJarofiaps pOJICTBY SHAOCMMOHOHTOB €r0
dororpodubx hopm (Yoon et al. 2002)). Ho MoHo-
¢unusa Alveolata u pasHOKTYTHKOBBIX OCTAaeTCS HE
NIOKA3aHHOI, TOCKOIBKY OHU O0BEIMHEHBI B COCTABE
HepaspelleHHoM moka TpuxoToMuu ¢ Rhizaria, MoHo-
(huseTuYeCKUM TAKCOHOM C MICKJIIOUUTETIHHBIM Pas-
HOOOpa3ueM TUIIOB KJIETOK W JKU3HEHHBIX IUKJIOB’.
U3 pasnoobpasust skusHeHHbIX (opM Rhizaria u SAR
B II€JIOM, OTCYTCTBUSI KaKUX-THO0 COOTBETCTBUN WX
o6beMa ¢ TPAAUITHOHHBIMU TAKCOHAMU OJHOKJIETOY-
HBIX, SICHO: O COZIEP/KATETBHBIX NX MOP(OJIOTUIECKIX
IMarHO3aX TOBOPUTHh He MPUXONUTCSA. lIpu sTOM
(unoreHeTHKa yCTaHABIMBAET eMHCTBO U Rhizaria,
u SAR, «B3BeIMBasi» CTPYKTYPHI COTeH reHoB. [oka
YMEHBIIIEHVE YNCIa JIETECTKOB B «PO3ETKE» 33 CUET
00beIMHEHNS] KPYITHBIX TAKCOHOB KOMIIEHCUPYETCS
MOBBINIEHNEM paHTa HEKOTOPHIX MAaJIOYMCIEHHBIX
WM BHOBb OTKPBITHIX, HAITPUMED, MOKa3aHa 060Co-
6nennoctb Telonema (Burki et al. 2009). B nanbreii-

9K Rhizaria OTHOCSTCS MHOTOYHCJIEHHbBIE IIOYBEHHBIE T€TEPOTPOMPHBIE KIYTUKOHOCIBI U aMEOOdIare IsThl, TaKHe KaK
[[EPKOMOHA/IBI, TAYMATOMOHA/IbI, CIIOHTOMOHAJIbI, 00pa3yloniie pPa3BeTBJIEHHbIE IJIA3MOAUaNbHbIE ceTu Gymnophrys
u Borkovia, Gunosusie amebsl Massisteria, pakoBuHHbIEe (GHI03HbIE aMeObl, Takue Kak Euglypha v Hecymiast 1yaHesIbl
Paulinella, ororpodHbie, comepsKaliue B BUAE IIACTHIBL 3€JIEHOTO 9BKAPUOTHIECKOTO SHOCUMOUOTHTA XJIOPapaxHUO(H-
TOBbIE, IECMOTOPAIU/HBIE COTHEYHUKHY, TTAPA3UTHI JKUBOTHBIX TAIUIOCIIOPHINU U TAPA3UThl PACTEHHUH MIa3Moarno(opo-
Bbl€, BAMITUPEJLUIUIbL, TUTAHTCKUE aMeObl rPOMUMIIBI, (hopamMuHubepDl, PaIUOIISIPUN
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Rhodophyta

SAR =RAS

Telonema

Excavata

Micronuclearia

Ancyromonadida

Apusomanadida
Breviatea

Puc. 1. Owiorenernyeckasi «posetkas 3BKkaprotoB (mo: (AmémuH u ap. 2005), ¢ mdMeHeHusiMu). Kpy>koK B 1IeHTpe MOKa3bIBaeT He
Pa3pelIeHHyI0 K HACTOSIIIEMY BPEMEHH MOJUTOMMUIO, TIOTyMECSIT 00beUHSIET IPENON0KUTENbHO MOHODUIeTHYeCKyIo Tpymiry “Plantae”.
O6ocobnennoe monoxenue Micronuclearia cienyer us paGors: (Cavalier-Smith et al. 2008), monoduaus Apusomonas, Ancyromonas
(syn. Planomonas), Breviata u 6;iu3kux pooB (d4epHast [yra) MoAIepKUBAETCsI orpaHmIeHHbiMu oka nanHbiMu (Katz et al. 2011).

Fig. 1. Phylogenetic “bush” of eukaryotes (based on: (Anémma u ap. 2005), with modifications). The circle at the center shows currently
unresolved tree polytomy, crescent unites putatively monophyletic group “Plantae”. The isolated position of Micronuclearia is based on
Cavalier-Smith et al. 2008, the monophyly of Apusomonas, Ancyromonas (syn. Planomonas), Breviata and closely related genera (black

arc) is supported by limited data at present (Katz et al. 2011).

IIEM BTOT PO/, MOJKET OBITh, BOMIET YETBEPTOM IPyII-
noit B SAR. MHoro co6paHoO apryMeHTOB B TIOJb3Y
MoHopumu “Plantae” — riaayko(UTOBBIX, KPaCHBIX
BOJIOPOCJIEH, 3€JE€HBIX PACTeHUl, KPUITO(DUTOBBIX,
ranToUTOBBIX, IEHTPOXETMIHBIX COTHEYHUKOB
(mosymecsr Ha puc. 1). ITo Kak pas ciydaii, Tpedy-
IOIUI yYeTa TeHOB, TIePEHECEHHBIX B SIPO XO3SMHA
W3 TEHOMOB 9BKAPUOTHYECKHX SHIOCUMOMOHTOB.
«Po3eTrka» 9BKapmOTOB 3aMETHO YIPOCTHUTCS, €CIIU
OyaeT OKOHYATEIbHO AOKasaHa MoHO(uams “Plan-
tae”. CyIiecTBEeHHBIH TTPOTPECC MOCTUTHYT B TIOHU-
MaHWU CJIOKHeUIel, HaBepHoe, JJIs1 MOJIEKYJISIPHON
¢dunorenernku kiaaasl Excavata (Hampl et al. 2009).
SAnpom ee okasasach BBIZIEJIEHHASI B IOMOJIEKYJISIP-
Hylo amoxy rpymma Discicristatal’, o6benuHstomas

aBTOTPO(HBIX IBIJIEHOBBIX, TeTEPOTPODHBIX KHHE-
TOILUIACTH]I, KTYTUKOHOCIEB Percolomonas, ntdyso-
puenono6HbIX Stephanopogon, TeTepoI0603HBIX aMe-
6o(IaresIAT CXU30MUPEHNU, B TOM YKCJIE€ COLUATD-
HBIX aKpasreBblex aMel, MOJOOHBIX HEPOACTBEHHBIM
KJIETOYHBIM MUKcoMuiieTaM Dictyostelium. [list sTux
CTOJIb BHEIIIHE HEMOXOXUX (HOPM XapaKTepHBI IHC-
KOBUHBIE KPUCTHI MUTOXOHPHM, 3aKPBITHIN OpPTO-
MUTO3, OTCYTCTBHE JIETKO HaOJII0AEMOTO IOJIOBOTO
TpoIIecca, pa3HOKTYTUKOBOCTh HA OCHOBE JBYX WJIU
YeThIPEX JKTYTUKOB, M3 KOTOPBIX 3aTHUN HepPEemKo
cHabKeH yHIAYIUpyIoiei MeMOpaHoit. YeThIpexKIy-
THUKOBOCTh CBONCTBEHHA aHA?POOHBIM HECYIUM TH-
JIPOTEHOCOMBI TTapaba3anusaM U IOJMMEPU30BAHHBIM
UX POACTBEHHMKAM TMIIEPMACTUTMHAM, a TaKxKe 0e3-

0TompKo aMmeOb HYKJI€apU UCKJIIOUYEHDI U3 UX COCTABa, IIOCKOJIbKY OKa3a/JICh POACTBEHHUKaMU I‘pI/I60B.
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MUTOXOH/[PUAJTIBHBIM [IUIIJIOMOHA/IaM, OKCUMOHA/IaM
u peropramonaziaM. [lo HYKJI€OTUAHBIM TIOCTIENTOBA-
teabHOCTSIM TeHoB PPHK (a Takske u Ipyrux reHoB)
Excavata, B ocobennocTr 6€3MUTOXOHAPUAJIBHEIE,
CHJIBHO OTJIMYAIOTCS OT IPYTUX OPTAHU3MOB U MEKTY
co60M, TO €CTh MX BOJIONK ObLIa JTUOO YCKOPEH-
Has, MO0 HE3aBUCHMAs B TEYEHWE OYEHD JJIUTENb-
Horo Bpemenu. CHauana OOUIECTBEHHOE MHEHUE
CKJIOHSJIOCh B TIOJIb3Y BTOPOU BO3MOXKHOCTH TIOJ
BJIUSTHUEM KOHIIENIIUU MOJIEKYJISIPHBIX YaCOB, TIPE/-
CKa3aHHOTO JIJIs TIPEJIKOB 9BKapMOTOB aHA3pOOM03a,
aTUNUYHOCTH anmaparta [onbaku, He BBIIBIISIEMOTO
Yy MHOTUX aHa’POOHBIX (GOPM IO YIBTPACTPYKTYPE.
Amnaspobusie Excavata, anaspoOHbIe 10603HbIE aMe-
661 M MUKpocTOpyMu!! GBI TIPOTUBOTIOCTABJIEHBI
BCEM IPOYMM 9BKAPHOTaM KaK MEPBUYHO OE3MUTO-
xonapuanbabie ‘“Archezoa” (Tabm. 1). B macrosmee
BpeMs 9Ta ommbOKa mpeogoseHa. OMHAKO BOMPOC O
Monoduanu Excavata ¥ uX OTHOIIEHWM K APYTUM
KJIa[aM OCTAeTCs MUCKYCCHOHHBbIM. Ero 3Hauenue
TOJIBKO YCHUJIMBAETCS, GJIarofiapsi OMHMCAHWI0 OOJb-
[IOTO YWCJIa HEU3BECTHBIX PaHEE U YaCThIO CHJIBHO
reHeTUYeCKH 000COOIEHHBIX (POPM: aspPOOHBIX MJIK
MUKP0aspodHIbHbIX, Kak Malawimonas, Histiona,
Reclinomonas, Jacoba (¢ kpuctaMu pasiandHoi ¢op-
Mb1), a GOJIBIIEN YACThIO AHAOPOOHBIX U3 PA3TUYHBIX
MeCTOOOMTaHUH: OT MAHTPOBBIX OOJIOT U KUIIEYHUKA
TEPMUTOB /10 I/IyGOKOBOAHBIX TuApoTepManuit. I1o-
MUMO 0(OPMJIEHUST TAKCOHOB B MOHODUIETUYECKIIE
CYIepPTaKCOHBI, (DUIOTEHETUKA MOJIKHA MOCTPOUTH
OuHapHOE IepeBO U MPABIJIBHO €ro yKopeHnuTh. Ha-
TpUMep, HeOOJIBIIOE YUCIO HBKAPUOTOB, B TIEPBYIO
OY€epeZib 3aMHEXTYTHUKOBBIE, COXPAHSIOT ILIE3HO-
MopdHOe (CBOHCTBEHHOE IIPOKAPHOTaM) COCTOSIHUE
T€HOB MHUPUMHUIUHOBOTO MeTab0IM3Ma, TOT/IAa KaK B
GOJIBIIMHCTBE TAKCOHOB (HasBaHHBIX Bikonta) o6Ha-
py:kuBaetcsi ciHamoMopdusi — CIUSTHUE TEHOB JUTH-
npodoaTpeyKTa3bl 1 TUMuAAMIATCUHTa3bl (Stech-
mann and Cavalier-Smith 2002). Knaguctuueckuii
aHaJN3 MOOOHBIX PENKO BO3HUKAIOINX B 9BOJIOIUN
MPU3HAKOB TP TONOJTHEHUY T€HOMHBIX TAHHBIX Ka-
JKETCsI TIOTEHITMATIBHO TEeHCTBEHHBIM CIIOCOOOM TIpe-
o/10J1eHUsI apTe(aKTOB, BEI3BIBAEMbBIX HACHITIEHNEM U
HEPABHOM CKOPOCTHIO HAKOIIJIEHUST 3aMEH.

B.B. Anémun

MoustekynsipHasi puoreHeTHKa s TOOBIX
TaKCOHOMHMYECKHX YPOBHeEI

IpenmoxeHrst IO HOBBIM KOMOWHAIMSIM THUIIOB
Y I[APCTB KAXKYTCST BBIUTPBIIIHBIM U MIPOMATaHIupY-
I0TCS, YTO CO3/IaeT WILTIO3KIO, 6YATO TIPUMEHUMOCTD
MOJIEKYJISIDHBIX TAHHBIX OTPaHWYeHa BBHICOKUM TaK-
COHOMUYECKUM YDOBHEM, He BaXXHBIM IIJISI TTOBCE-
HEBHOM pabOThI, K TOMY € B MAJIOW CTETIEHHU TIOBEP-
JKEHHBIM TIPOBEPKE MHBIMU METOAAMU. DTO HE TaK.
I[Ipu usBecTHHIX MOAUMUKAIUAX (BHIOODY, B 3aBUCH-
MOCTH OT 33/Ia4¥, U3MEHYUBBIX OO DBOIIOMUOHHO
KOHCEPBATUBHBIX MapKePOB M T. II.), MOJIEKYJISIDHbIE
JaHHbIE TIPUMEHSIOT Ha JIOOBIX YPOBHSX, BILJIOTh JI0
9KOJIOTUYECKUX WCCJAEIOBAHUN BUIOB-IBOMHUKOB
YU JIO)KHOKDUIITUYECKUX BHIOB OITHOKJIETOYHBIX
(Scheckenbach et al. 2006) u MHOTrOKJIETOUHBIX
(A6pamcon 2009). Ipymmoii ¢ Harnboee uccIe0BaH-
HBIM MOJIEKYJIIPHBIMUA METOIAaMH  PasHOOOpa3ueM
SIBJIsIETCSI BUPYC rpumina. Kaxip1ii rox mpon3BOANTCS
MTOJIHOTEHOMHOE CEKBEHUPOBAHWE HOBBIX U HOBBIX
IITAMMOB B a3apTHOM Hajiexk/e COpBaTh GaHK B 9BO-
JIIOIIMOHHOH pyJleTKe — yrajiaTh Ha pa3BeTBJIEHHOM
(unoreHeTNUECKOM [JepeBe IIPeAKa CJIEAYIOIIETO
MAHJIEMUYHOTO TITaMMa, 3arofis HapaboTaTh BaKITH-
HY K HEMY ¥ T€M CHU3UTh 9KOHOMHUYECKHit yimep6 oT
rpuIna B MUpoBoM Maciintabe. EcrecTBeHHO, ipsiMast
3a/1a4a PEIIAETCS TPU 3TOM € 3(D(PEKTUBHOCTHIO UTPHI
B PYJIETKY, OMHAKO IEHHOCTD MOJYYAEMBIX IIPH TOM
NAHHBIX JIJisI TOHUMaHWS 3aKOHOMEPHOCTEN MoJie-
KYJISIDHOH 5BOJIIONMY HECOMHEHHA M OIPaBABIBAET
PACXO/BI MO CEKBEHUPOBAHMIO GJIM3KUX TEHOMOB.

Paauanus MHOIOKJIE€TOYHBIX

Ko Bpemenu mosiBienus Metononoruu uore-
HETUYECKOTO aHaaM3a M 6OraThixX (MOJIEKYJISAPHBIX)
Ha0OPOB IIPU3HAKOB B 300JIOTMU HE CYIIECTBOBAJIO
00LIenPUHATHIX IpeacTaBiennii o Boabmoii Cucre-
Me. Kaxxmas mopdosornueckas mkosa paspaborana
COOCTBEHHbIE OPUIMHAIBHBIE CXEMbI JBOJIOINH,
KOTOpBIE CUMTAINCh — B PaMKax ILIKOJBI — o0Iie-
TPUHATHIMU. XOPOIIO W3BECTHBIE OTE€YeCTBEHHBIE

UMUKPOCTIOPUINH, KUBOE BOILIOIIEHIE UCIIPABIISIEMbIX OIIMOOK MOJIEKYISPHO# (DHIOTEHETUKHY, 32 IBA/IATH JIET TPOJIe-
JIAJIM TIyTh OT OCHOBAHUsT (PUITOTEHETHIECKOTO [IepeBa Kak Ipe/noaaraemMast 6ivkaiiimast K GaKTepysiM IPpyIIa 95BKapHOTOB
¢ pubocomamu «rrpokaprotudeckoroy tuma (Vossbrinck et al. 1987) B kpoHy buioreHeTH4eCKOr0 IPeEBa, B COCTAB TPHOOB-
suromutietTos (Keeling 2003) wmy, o apyroii Bepcuw, Kak ogaHa u3 panHux BerBeii Holomycota (Liu et al. 2006).
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IIPUMEPBI — y4eOHUK «30010rUst GECIIO3BOHOYHBIX>
noz, pegakuueii 0.U. Ioasackoro (Jorens 1981: c.
578) u mpsimast busoreHeTUYeCKask MHTEPIIPETAIIUS
mwiaHoB ctpoenus K.B. BeknemumieBsim (1974) — ot
006eux, IPY UX KapAUHAIBHBIX PA3TUYUSIX M MUHUMY-
Me CXOJICTBA, OYeHb MAJIO OCTAETCSI IPUHUMAEMOTO B
HBIHEITHEH KapTUHE KPYMHOMACIITaOHOW (riore-
uuu (Taba. 2). To xe cupaBegIuBo B 6OJIbINEH WK
MEHBIIEl CTEMEHW ¥ 1O OTHOIIEHUIO K APYTUM
oreuectBeHHbIM (JIuBanoB 1955; MemotoB 1966)
u 3apyOeskHbIM cucTeMaM. Kaxkaast 3 1KOJT BBIIBH-
rajia KOpILyC MPaBAONOA00HBIX apTyMEHTOB B TOIb3Y
«CBOEi1» CXeMBbI IIPOTUB «UyKUX»>, U HE CYIIECTBOBA-
JI0 B paMKax (haKTUIeCKOTO HGaraska CPaBHUTENBHOM
aHATOMUM K SMOPHOJIOTHM CII0CO0a IIPEOIOIEHHUS
AHTUHOMWUIA 300JI0THH.

CropoHHeMy HaGJIIONATENI0 MOXKET MOKa3aThCsl,
YTO MOJIEKYJISIDHAST (DUIOTeHeTKA He W3MEHMIa
CUTYyalluH, eCM He YXYAIIWIA, MOCKOJbKY B PSIIY
HOBEHIIUX IyOMuKanui, MHOTIA TEeX K€ CAMBIX aB-
TOPOB, HETPY/IHO OTHICKATH KJIAJIOTPAMMbI Ha JII060#
Bkyc (Puc. 2). Moxer mokasaTtbcs: pa3 KoJIJIeTH He B
COCTOSIHUY TIPUUTH K COTJIACHIO OTHOCHUTENHHO, CKa-
xkeM, Mecta Trichoplax, Koria ero TeHOM y:Ke MOJTHO-
CTBIO CEKBEHWDOBAH, HBIHENIHWE TUIOTE3bl HUYEM
He JIy4llle TPEXHUX, U HaJeKAbl HA PEKOHCTPYKIIMIO
HUCTUHHOTO (DUIIOTEHETUYECKOTO JIEPEBA HE OCTAETCS.
OpHako, HECMOTPSI HAa IPOTUBOPEYUBOCTD, HEYCTOM-
YUBOCTh MHOTMX HBIHENIHUX PEKOHCTPYKIIHIL, aBTO-
pbl, paboTaloliie B MOJEKYJISIPHOM (DUIOTEHETHKE,
UMEIOT TYCTh HE WIEHTUYHOE, HO CXOHOE TTOHUMA-
HH€ TOro, KaKoro pojia apryMeHThl yoeaunu Obl uX B
OIMUOOYHOCTHU BBIZIBUTAEMO TUTIOTESHI, YTO CUIIBHO
OTJIMYAET UX OT JIMAEPOB TPAAUIIMOHHBIX TKOI. U ¢
IPYTOi CTOPOHBI OT TPY/BI TPYAHBIX U HE PEIIIEHHBIX
Ha CETO/HS BOIIPOCOB MbI BUIMM HEMAJIO CTAPUHHBIX
npobaeM, Kotopele pemtensl (Tabm. 2), mo kpaiinei
Mepe He BBI3BIBAIOT CIIOPOB, XK€ €CJIU DEIIeHe
OKa3aJI0OCh HEOXHUIAHHBIM WJIM I1apaJIOKCAIBHBIM.
He BuaHO, 32 MCKIIOYEHUEM OTAETBHBIX TOIBITOK,
yke ctaBImux gocrossaueM ucropun (Conway Morris
et al. 1996; Wigele et al. 1999), kenaHus 0CIOPUTH
MIPUHAJIEXHOCTh OPaxwoNol WU TMOrOHOGOP K
NEPBUYHOPOTHIM MK 0O0CHOBATh MOHO(DMIMIO AT-
ticulata Ha MOJIEKYIIPHO-TEHETHYECKOM MaTepHaJe:
KPUTHUKA, €Cii KTO-TO Ha Hee peraetcs (VIBaHoBa-
Kazac 2007), HOBbIE TaHHBIE UITHOPUPYET.

BeccriopHo, mepecMOTp U peMHTEPIIPETAIIUS TPa-
JIUIUOHHBIX CPABHUTEIHHO-AaHATOMUYECKUX W IM-
OGPUOJIOTUYECKUX JIAHHBIX OCTPO HEOGXOAUMBI, BEb
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JKUBOTHBIE — 9TO HE AHTJIMICKUE HA3BAaHUS B TAKCO-
HoMmueckoM Gpaysepe NCBI, KoTopble 10CTaTOYHO
MPUNHCATh K KOHIIAM OTPE3KOB, HAPMCOBAHHBIX HA
6ymare. Mopgosoruio 6ecro3BoHOYHBIX XX B. MOXK-
HO KPaTKO 0XapaKTepPH30BaTh MOCTAHOBKOMN mpobire-
MBI €TUHCTBA TIJIAHA CTPOEHUSI B IPOTUBOBEC TEOPUU
TUIIOB ¥ €e «OKOHYATeJbHOTO» pelleHUsI CKBO3HON
TOMOJIOTU3AINEN 3aPOIBINIEBBIX JUCTKOB. Celtvac, ¢
BKJTIOYeHUEM MUKCOCTIOPUAUH (¥ KOTOPBIX HET 9KTO-
JIEPMBI I SHTOJIEPMBI) B KPOHY ZiepeBa Metazoa (st
0630pa cMm.: Evans et al. 2010), ’KUBOTHBIE ITOTEPSIIN
coJlepXKaTeJNbHbIi  Mopdosornyeckuii  auario3 (o
6macrynonoxobuoii craguu Buddenbrockia allmani
cM.: (Canning et al. 2007)). O6 0qHOKIETOYHBIX MITE-
KomuTalomux odunuambHoro poxa Helacyton (Van
Valen and Maiorana 1991) y TeproJioroB He mpuHsTO
BCIIOMUHATDh TIPU OOCY/KIEHUW [UArHO32 KJACCA.
CchUIKa Ha «MCKYCCTBEHHOCTby moznepxkanus Hela
HeOoCHOBaTeJIbHA: C TAKOW apryMeHTalllel MPUILIoCh
OBl M3BSITh M3 CUCTEMBI U BHUIBI OMAITHUX JKUBOT-
HBIX, [1a U JI000# TPUPOAHBIA BU (KOTOPBIi CyIie-
CTBYET B PAMKaX, Y3KUX WJIN NTMPOKUX, 33/1aBAEMbIX
JTOMUHUPYIOIVMMH WM UHBIMU BUIaMK GUOIIEH03a).
ITpupoxusie anajsoru Helacyton — omHOKIETOYHbIE
MJIEKOTIMTAIONIHE: BO30YAUTEM JUIEBOTO PaKa Ta-
manuiickux mpsiBosioB (DFTD) u TpancmuccuBHON
BeHepuueckoi capkombl cobak (CTVT) — mommep-
JKMBAIOTCSI CAMOCTOSTENIBHO, 6€3 TTOMOIIM YeI0BEKA,
npuueM CTVT — B Teuenume Ttoicsau JieT. KcraTwy,
MPAKTHYECKOe 3HAYEHWE II€EPEBUBAEMBIX YEJIOBE-
KOM KJIETOUHBIX JIMHUN OIpenessieTcss UMEHHO UX
CXOJICTBOM C MHOTOKJIETOUHBIMU POACTBEHHUKAMH C
TOYKY 3PEHU KJIETOYHOM OMOIOrMK UM OHMOTEXHO-
JIOTWH: B pPaMKaX PaCCMAaTPUBAEMBIX MU IIPU3HAKOB
Helacyton — BrosHe O6GBIYHOE MJIEKOMUTAIOIIEE.
Mukcocropuamii, 6oratyio BHIAMU BETBb (DUIIO-
TeHETHYECKOTO [IePEBA MHOTOKJIETOYHBIX, Ba)KHYIO
IS TIapasUTOJIOTHUH, UTHOPHPOBATh, B OTJIWYHE OT
Helacyton, DFTD, CTVT, He monydaercs. B pe-
3yJIBTaTe He OCTAETCS IPU3HAKOB aHATOMUU WJIA M-
Opuosiornu, obiux s Bcex Metazoa. OtcyTcrBue
IIVIaTHO32a HE UMeET 3HAYEeHUs 7151 PUTOTEHETUKH, HO
HEJIOTTYCTHUMO [IJIsT CHCTEMATHUKH.

IToxa uro moTepst MOP(OIOTUIECKOTO IUATHO3A
JKUBOTHBIX HUKOTO U3 TEOPETHKOB CUCTEMATUKH He
6ecrrokout. CaMBIM M3BECTHBIM U GOJIE3HEHHBIM UTO-
TOM TIPUMEHEHUS] MOJIEKYJISIPHOM (DUIOTEHETUKU B
300JT0THHU GECTIO3BOHOYHBIX CYUTAETCS OTKA3 B MOHO-
dbunmu crapeiiniemy, Jydiine BCero 0O0CHOBAaHHOMY
tumy Articulata (Aguinaldo et al. 1997); on Toxe
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Ta6mma 2. OcHOBHBIE q)aKT])I ¢)H]IOFCHI/II/I 66CH03BOH0‘IHI)IX, YCTaHOBJIEHHBIE 110 MOJIEKYJISIDHBIM TaHHBIM, U TEKYIIIE CbI/IJIOl'eHeTI/I'{eCKI/Ie
TUIIOTE3DI, IIPEACTABIAIOIINECA HpaBﬂOHOl[O6HbIMI/I (CCI)IJIKI/I Ha COOTBETCTBYIOIY€ OPUTUHAJIPHBIE pa6OTI)I OHyHIeHI)I)‘

Table 2. The main assertions of invertebrate phylogeny established on the basis of molecular data, and currently plausible phylogenetic
hypotheses (the references to original works are omitted).

Knaga, rpynma

KommenTtapumii

TpamuimoHHBIi B3I

Monodumsa Metazoa
(c BKIIOYEHHEM
MHKCOCTIOPH/IHIA )

Beccnopro nokasana monounus (ronodumnms)
Metazoa OTHOCUTEIBHO COBPEMEHHBIX
BOPOTHUYKOBBIX JKI'y THKOHOCIIEB; II0-BUINMOMY,
Metazoa HaxORATCS B CECTPUHCKHUX OTHOIIEHUSIX C
x0aHO(JIare ISITAMH B Y3KOM TIOHUMAHUH, 160 B
KOMOMHAIMu ¢ onHOKIeTouHbIM Crallochytrium
(u/nm, MeHe BeposITHO, Ministeria).

OO6BIYHO IPUHUMATIACH MOHODMIIHST

Metazoa, ofHaK0 MHEHUE O HE3aBUCUMOM
IPOUCXOXK/IEHNH I'yOOK (apryMeHTHpyeMoe
CXO/ICTBOM XOQHOITUTOB U XOaHO(IaressT,

B TOM 4YHUCJIe B OPTaHU3AIIUY KOPEIIKOB,
60110} ABTOHOMUEH KIIETOK, 0COOEHHOCTSIMA
SMOPUOTEHE3a) HE CUUTAIOCH MAPTHHAIBHBIM,
HaunHas ¢ MoHorpaduu B. Kenra.

Ipe6HEBUKH NIPEACTABISAIOT
OJIHY U3 PaHHUX BEeTBEH
nepesa Metazoa, He
SIBJISIIONLYIOCS CECTPUHCKOM
nu Cnidaria, nu Bilateria

HawuGosee npaBaonon06HbIM BEITJISAUT OTBETBIECHUE
rpe6HEBUKOB BCIIE 32 PACXOXKACHUEM IyOOK 1
Eumetazoa, onHako He MCKI0YaeTcs 6azaabHoe
nosoxkenue. [IpeayaraeMast B OTAEIbHBIX PaboTax
mono¢umus “Diploblastica” 06s13ana, mo-BuaAMOMY,
BBIYMCJIUTEbHBIM apTedaKTam.

B 3aBucuMoOCTH OT HAyYHOM IIKOJIBI,
IPeOHEBUKOB PACCMATPUBAIH KaK
HEe3aBUCHMYIO JINHUIO C HESICHBIMY CBSI3SIMH
C KMIIEYHOTIOJIOCTHBIMY, MO0 KaK BEPIIMHY
3BOJTIOIWY JIBYCJIOMHBIX )KMBOTHBIX U (hOPMY,
mono6Hyo npenky Bilateria mm6o
Deuterostomia.

IIpunaaieskHOCTh
Trichoplax x Parahoxozoa
(= Bilateria + Cnidaria +
Placozoa) ckopee, yem
6a3ajbHOE MOJIOKEHHE
cpenu Metazoa

ToaTBepsxaeHa n3omupoBaHHOCTD Trichoplax xak
OTZeTbHOM (utoreHeTYecKoi tuHu Metazoa.
Ha ocHoBaHMM CXOZHBIX MACCHBOB JAHHBIX,
006pabOTaHHBIX TOXOKUMU METOAMH, TIOJTyYEHBI
CBUJIETEIHCTBA B MOJIb3Y HECOBMECTUMBIX TUTIOTES,
OTHAKO MIPEIIOYTUTETbHEE BBITJISITUT TUTIOTE3A

0 moszHeM obocobnennn uann Trichoplax,

13 Yero BBITEKAET BBIBOJ 00 yTpaTe HEPBHOM,
MBIIIIEYHON TKAHU, PEIENITOPOB, KUIIEYHUKA, TOHATI,
CBOMCTBEHHBIX TpeKy Placozoa.

[TepBoHAYATBHO OTIMCAHHBIN KaK TPOCTEUTITII
SKHBOM IIPE/ICTABUTETb MHOTOKJIETOYHBIX,
Trichoplax pnutenbHOE BPEMsl PACCMATPUBAIICS
Kak abeppaHTHAsS INYMHKA THAPOUIHbIX,

a B koHIle XX B. BHOBb KaK HU3IIee
MHOTOKJIETOYHOE.

IIpunaaneskHOCTD
MHKcocnopuauii kK Metazoa

C BKJIIOYEHNEM MUKCOCTIOPHU/IVIT JKUBOTHBIE TEPSIIOT
coziepyKaTeIbHbINH MOP(HOJIOTHYECKHI IMAaTHO3

(Y MHEKCOCTIOPH/IVIi HEJIB3SI C YBEPEHHOCTHIO
YCTaHOBHTD dKTOIEPMY U dHTOZEepMY). CunTarorcs
BuzonsMeHeHHbIMU Cnidaria, HO He UCK/TIOUeHA U
MpUHAIJIERHOCTD K Bilatria: Takoit pasbpoc MEeHMH
006yCJIOBJIEH HEJOCTATKOM JaHHbIX U 9KCTPEMAJILHO
BBICOKOU CKOPOCTBIO MOJIEKYJISIPHOI BOJIIOIHH.

OGBIYHO [OJIATATIUCH THIIOM IIPOCTEHINNX,
XOT$I ¥ BBICKa3bIBaJIOCh IIPE/TIONIOKEHUE O
IIPOUCXOK/IEHUH OT KHIIIEYHOIIOJIOCTHBIX U3-32
CXOJICTBA TOJIAPHBIX KaIlCyJI ¥ CTPeKaTeIbHbIX
KJIETOK.

IIpunaaieskHOCTh
Buddenbrockia k
MHKCOCHOPHUSIM
(B cocraBe Kiacca
Malacosporea)

ViMerolnye B JKU3HEHHOM LUKJIE Y4ePBEOOPA3HYIO
HeJIoMuapHyIo ctaauio, Buddenbrockia, B crydae nx
POJICTBA C KUNIEYHOTIOIOCTHBIMHU, MOTYT OKA3aThCsI
KJTI04€eBOH (HOPMOIL 7151 MTOHUMAHUS OPTaHU3AIUN
ob6mero mpenka Bilateria u Cnidaria.

Buddenbrockia, napasuTsl TPeCHOBOIHBIX
MIIAHOK, CYUTATUCH aGePPAHTHBIMU
HEMATOJaMU WJIU OCOOBIM TUIIOM )KHBOTHBIX.

060co61eHHoe M0JI0KEHHe
B PaMKaXx WM BHE
KHIIEYHOIIOJO0CTHBIX
Polypodium hydriforme

Ha ocHOBaHMM aHAJIM3a €IUHCTBEHHOTO U3BECTHOTO
reHa, 18S pPHK, Brickazana runoresa o MoHOGUINH
P. hydriforme ¢ MUKCOCTIOPUAVISIM; TIPH OTIPEIETIEHHBIX
YCJIOBUSAX TIOCTPOEHHUS IEPEBA SKCTPEMAIBHO JJIMHHAS
BeTBb P. hydriforme npencraBiasieTcss CECTPUHCKOM 1O
orHomenuio K Bilateria

Bun cunrancs TUAPOUIHBIM HESACHOTO
CHUCTEMATHUYECKOT'O ITOJI0OXKEHNA, COUYETAIOIUM
IIPU3HAKU IIOJINIIA U ME€Ty3Bbl.

Mono¢dumus Bilateria
(¢ BKIIIOUEHHEM
“Mesozoa”)

Ycranosnena Mmonobwnst Bilateria, Brirrouast
Dicyemida u Orthonectida (mooxemHue
MUKcocopuauii — B coctaBe Cnidaria m6o
Bilateria — octaeTcst cmopHbBIM).

AHTUHOMUSL: B 3aBICHMOCTH OT HAYYHON
LIKOJIBI, Tpezoaaraiach MoHodumus Bilateria
160 6oJIee WK MeHee IMUPOKAst MOTUDIIIHST
(HEe3aBUCUMOE ITPOUCXOK/IEHUE TUIIOB OT
ZIBYCJIOMHOTO TIPEeIKA).
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Ta6auma 2. ITpodomicerue
Table 2. Continued

Knana, rpymma

KommenTapwuit

TpaxuiuoHHBIN B3I

Iuseprenmus Bilat-

eria Ha Protostomia u
Deuterostomia, a ue
<BBICHINX> ¥ <HHU3IIHMX>,
<I[EJIOMHYECKUX> H

TlonrBepskaena quxoromus Bilateria Ha Kmamabt
MEPBUYHOPOTHIX ¥ BTOPHYHOPOTHIX (63 yuera
GECKUIIIEYHBIX TYPOEIUISPHIA, TOTOKEHIE KOTOPBIX
CIIOPHO).

B pa3HbIx 1mIkoJiaX MpUHUMAIOCH
HECOBMECTUMbIE TUITOTE3bI O HaYaIbHOM
nusepreniuy Bilateria u ux kpymHeimux
rpymnmnax.

«aleJJOMUYECKHUX»
AHTHHOMUSL: B 3aBUCUMOCTH OT HAYYHOMH
LIKOJIBL, <IIyTANbIEBbie> (6PaXUOIOABL
IIpunaaieskHOCTh TlepBoHaYaIbHO yCTaHOBJIEHA OIM30CTH GPAXUOTIOL, » my (6p i
(hopoHU/IBI, MITAHKN ) PACCMATPUBAIH KaK
AKTHHOTPOXHBIX H 1 opoHuz K TPOXO(OPHBIM, fajee rPyIma

TPOX0(OPHBIX K
Lophotrochozoa B cocrase
NEePBAYHOPOTHIX SKMBOTHBIX

IIOTIOJTHUJIACh APYTUMU «IEJTOMUYECKUMU»> U

anemomuyecknmu Lophotrochozoa. Ee cocras Brosme

oTIpefiesieH, B OTJIMYWE OT BHYTPEHHE! CTPYKTYPHI.

POZACTBEHHBIE MU He POJICTBEHHBIE THUIIB B
OCHOBaHWY ITI€PBUYHOPOTHIX UM, O3/THEE,
TIPENMYIIeCTBEHHO, BTOPUYHOPOTHIX

(110 mpu3HaKaM APOGIIEHNsI, TPEXPA3IETbHOCTI
IIeTOMa U €TO0 3aKJIaKN)

Ilnockue yepsu (6e3

yuera GeCKHIIEYHbIX ) He
SIBJIAIOTCSI paHHe# rpymmnoit
Bilateria, a BXoz4r B cocTas
Lophotrochozoa 6o
KJIACTEePU3YIOTCS

C nocJIeJTHUMHA

Ha coBpeMeHHBIX CKOHCTPYHPOBaHHBIX /IePeBbIX

nepudepus Lophotrochozoa 3ansATa anesioMudecKuMu

“Platyzoa” (Giribet et al. 2000): miockumu,
GPIOXOPECHIYHBIMU YEPBSIMH, THATOCTOMYJIM/IAMH,
KOJIOBpAaTKaMu. BHeIHNMY TpymamMu, mo Mepe
ynanenust, kaxyrcst Ecdysozoa (B ux cocrase
IIeJIOMUYECKIIE YIEHUCTOHOTHE 1 OHIXO0(hOPHI),

IEJIOMUYECKHUE IETHHKOYETIOCTHBIE U [TIEIOMUYECKUEe

BTOPHYHOPOTEIE.

AHTHHOMUS: B 3aBUCUMOCTH OT HAYYHOI
IIKOJIBL, TIJIOCKUX YepPBeii paccMaTpuBasy 6o
Kak Husmmx Bilateria, 1u60 kak BTOpudHO
YIPOCTUBIIMXCS LETIOMAYECKUX KUBOTHBIX

TuaTocToMy MBI HE
SIBJISIOTCS PaHHE# rpymmnoit
Bilateria, a Bxozar

B coctaB Lophotrochozoa
60 KIaCTEPUBYIOTCS

€ NOCJIeJHAMU

Ha COBPEMEHHBIX CKOHCTPYUPOBAHHBIX I€PEBBAX

nepudepust Lophotrochozoa 3ansra anesroMudeckumMu

IIJIOCKUMU U 6pIOX0peCHI/I'-IHI>IMI/I YepBAMU,
THaTOCTOMYJ/IN/IaMU, KOJIOBPpaTKaMMU.

AHTHHOMUS: B 3aBUCUMOCTHU OT HAyYHOMH
IIIKOJIBI, THATOCTOMYJIU TPAKTOBAJIX JTHO0
Kak HanGosee MpUMUTHBHBIX Bilateria (BBuzy
MOHOIU/IMAPHOTO SIIUTE/INS BO B3POCTIOM
COCTOSTHUM ), THO0 KaK TPYIIILY, POACTBEHHYIO
IIJIOCKUM HJIH TIePBUYHOIIOJIOCTHBIM YePBSIM.

<«Typ6emnsipun» ABIAIOTCS
napaduieTHYecKoi
rPYNIoii, a BCe <«KJIacChl>
Neodermata — exunas
MoHO(UIETHYECKAs TPYIIa.

Ecii He paccMarpuBath GeCKHUIIEYHBIX TYPOEIISIpUil,

TO IUIOCKUE YePBU MOHO(DUIETHYHBI, TIEPBO 13
coBpeMeHHbIX oTaeanuch kiaaxa Catenulida,
BTOPOit — Macrostomida, B OJIHOM COOTBETCTBUM C
TPAIUIMOHHBIMY [IPEICTABIECHUSMM.

MMapadwms «TypOesuisipuit> 1 MoHODUIIHST
Neodermata He BbI3bIBa/I COMHEHHUI, OHAKO
1IepBast OCTABJIACH B YYEOHHMKAX €HHOIA,

a BTOpast pacCMaTpUBaIach IPOOHO U3
IUAKTUYECKUX U IPAKTUIECKUX COOOPaKEHNH.

Monoduwms Syndermata

Monodunus Syndermata HoATBepANIACH, HO CKOPEe
HEOKHIAHHOCTDIO SIBUJIACH HapadUIns KOJTOBPATOK

OTHOCHUTEJIbHO KOJII0YETr0JIOBbIX.

OO6beUHSITACH TI0 YHUKATBHOMY CTPOEHUIO
TIOKPOBOB, OCEBOMY MO3TY U IPYTHM
TIPU3HAKaM.

HemepTHHDBI BXOIAT B
cocras Lophotrochozoa,

H, IO-BUAUMOMY, HauGoJee
POZICTBEHHBI IETIOMHYECKAM
JKMBOTHBIM

He obnapy:xuBaeTcst crieriuduuecKoii CBsI3u
HEMEPTHUH C IUIOCKUMHU YEPBSIMU, 8, CKOPEE, C SIPOM
nenommdeckux Lophotrochozoa. C uneeit yrparst
HEMEPTUHAMH 11eJIOMa, aHAJIOTHYHO JPYTOM IPyIIie
TUIIEPMUAPHBIX JKMBOTHBIX, IIUSIBOK, COTJIACYETCS

pAan ocobeHnHoCTel ux anaromun. B nmocjieHee BpemMsa
OTMEYaETCsI IPyNIINpOBKa HEMEPTUH C 6anI/IOHOZIaMPI

n CI)OPOHI/IHa.MI/Iy KOTOpasA HE HaXOUT IMOA/IEPKKU B
Kakux-1160 HEMOJIEKYJIAPHBIX IIPU3HaKaX,
U HYKA€TCS B ZIOIIOJIHI/ITC]II)HOﬁ IIPOBEPKE.

AHTHHOMUSL: B 3aBUCUMOCTH OT Hay'-lHOﬁ
IIKOJIbI, HEMEPTUHBI CYUTATINCH BepIHPIHOﬁ
SBOJIIOIIUU ITaPEHXUMATO3HBIX '{epBef/'I

WA IeTpaInpOBaBIIMU aHHEINIaMU.

Kamptozoa BXxozsT B cocTas
KJIA/(bl 1IEJIOMHYECKAX
Lophotrochozoa

TTosoxeHue 110 OTHOLIEHHIO K APyruM TUllaM

HYKJAeTCsA B yTOUHEHUH; UIMEIOTCS JJaHHBIE B II0JIb3Y
oGbenunenst B oxuy kiany Entoprocta u Ectoprocta.

POZ[CTBO alleJIOMUYECKUX Kamptozoa C
OEeJIOMUYEeCKUMU TpOXO(i)OpHI)IMI/I JKUBOTHBIMHA
IIpeAIoarajgochb BBUAy CX0ACTBa TMUYNHOK.
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Knana, rpynmna KommenTtapumii TpamuIMOHHBI B3TJIS
B nocieaHue rojisl AMCKYCCHst O POACTBEHHbIX
O6Hapyxunach napabuiIns «IOJTUXET> CBA3SIX DXUYPU/ IIOTEPSLIA OCTPOTY, TAK KAk
| o R——— OTHOCHTEJIBHO KJIacca Clitellata 1 HEKOTOPBIX VX IPOMCXOKIEHNE OT CETMEHTUPOBAHHBIX
Echiura, Clitellata n, THIIOB, TIPUYEM Clitellata U 9XHYDUJII OKA3BIBAIOTCS  NPEIIKOB GBLI0 XOPOIIO aPTYMEHTHPOBAHO, B )
poncteentsl cemeiictBy Capitellidae. Takum 06pasoM, TOM YUCJIE C UCTIOTB30BaHMEM KOH(POKATBHON
NPENON0KUTENBHO,

Sipunculida x “Polychaeta”

TIOZIHUMAETCSL BOTIPOC O JIETATTBHOM HCCIIEI0BAHAN
06beMa aHHEJIU] U MX B3ANMOOTHONIEHUH C IPYTHMA
tumamu Lophotrochozoa.

Mukpockomuu. OHAKO TECHOE POJCTBO
9XUYPU/ U NOSICKOBBIX YePBENi C BIIOJIHE
KOHKPETHBIMYU CEMEIICTBAMU <IIOJTUXET>
He TIPEAI0JIAraloCh.

IIpunaaneskHOCTh
noroHo¢op K aHHeIUaM

AHanu3 pa3IuIHbIX MOJIEKY/ISIPHO-TEHETHYECKHX
MapKepoB MOKa3aa MOHOGUINIO TOroHO(Op 1
BecTUMeHTUGED U HECOMHEHHYIO UX GJIM30CTD K
aHHEeJIN/IaM, YTO BHIPA3UIIOCh B IOHIKEHUH MX PAHTra
B CHICTEME OT THIIA 10 ceMeiicTBa. OHAKO, BBUIY
BKJIIOYEHUSI B COCTAB <IIOJIMXET» U APYTUX TPYIIIT
BBICOKOTO PAHIa, OKa3bIBAIOIINXCS SKBUBAIEHTHBIMU
OT/IEJIbHBIM CeMeHCTBaM, TPeOYEeTCsl UCCIIe[OBAHIE
BCEX U3BECTHBIX CEMEHCTB aHHEIHU /ST Y TOUHEHNST
o6bema TPyYIIIBL.

Bo Bropoii monoBuHe XX B. TUIIOBOY paHT
moroHo(op, a Mo3aHeEe U BeCTUMEHTUdED, ObLIT
MIXPOKO IPHHSAT, IPUTOM HHOTZIA JOIYCKAIACh
ux 6;m3ocTh kK Deuterostomia nim mepexomHoe
TIOJIOXKEHYE MEX/Ty IEPBUYHOPOTHIMU U
BTOPUYHOPOTBIMU.

IIpunajiesxHOCTD
IIE€THHKOYEIIOCTHBIX
K Protostomia

ITpuHaaIe)KHOCTD IETHHKOYETIOCTHBIX K
MEPBUYHOPOTHIM HE BBI3bIBAET COMHEHMSI.
TTo-BuMOMy, 9T0 HanboJIee PAHHSIS COBPEMEHHAST
ksaza Protostomia, X0Ts ociieiHee HyXAa€TCsT

B IIOITBEPIK/ICHUH.

IIleTHHKOYEMIOCTHBIM CBOMCTBEHHA
BTOPHUYHOPOTOCTH U APYTHE 0COOEHHOCTH
passutus, commkaroye ux ¢ Deuterostomia.

IMapadums Articulata
u monodums Ecdysozoa

ITpennoxennas B 1997 r. rpynoit aBTopoB
konnenius Ecdysozoa 6p11a 060cHOBaHa BHaYaIe
JIOBOJIBHO €J1a60, BCTPETHJIa YMEPEHHYIO KPUTHKY

C TIO3UIUH AJIBTEPHATMBHOTO aHAIU3a MOJIEKYIAPHBIX
JIaHHbIX, HO PACIIMPEHKE JaHHbIX CIOCOOCTBYET
TOJIBKO €€ YIIPOYEHHUIO.

EnuncrBo nana crpoenust Articu-

lata cumnanocs onHUM U3 HauboIIEe TBEPAO
YCTaHOBJIEHHBIX (DaKTOB CPABHUTEIBHON
anaromuu. Vizien o 6oJiee TECHOM POZCTBE
TPox0(OPHBIX (aHHEIU/ U MOJLTIOCKOB),
TIPOMCXOJK/IEHUH HEMATO OT HEOTEHUIECKUX
YJIEHUCTOHOTUX U JIP. BBICKA3BIBAJIUCH
OTZIEJIBHBIMU aBTOPaMH, HO He MIMEJIN
CKOJIbKO-HUOY /b IIMPOKOM HOALEPHKKH.

Momdumus
“Cycloneuralia”
(Nematoda u Gastrotricha)

BpioxopecHUYHbBIE OKA3BIBAIOTCSI Ha Tiepudepun
Lophotrochozoa, Toraa kak apyrue
“Cycloneuralia” (Scalidophora, Nematomorpha,
Nematoda) npunagnexar k knage Ecdysozoa
(ozHAKO HET BECOMBIX OCHOBAHUI I OCTATOK
“Cycloneuralia” cuntath MOHOGUIETHIECKUM).

B xoHIeniy nepBUYHONOIOCTHBIX YepBeit
HEMaTO/Ibl, CAMBIN MHOTOYMCJIEHHBIN UX
TaKCOH, Ka3aJICsl ¥ HanboJIee N30TMPOBAHHBIM;
6PIOXOPECHUYHBIM ITPUAABAJIOCH 3HAYEHWE
TIEPEXOIHOTO 3BE€HA MEXKITY TYPOEIIAPUIMA U
HEMaTOIaMHU.

Mono¢dums Pancrustacea
(mapadunus Atelocerata)

O6ocHoBaHa MoHOGMIMA Pancrustacea,

To ectb Hexapoda + Crustacea. Haiizenst

TaK)ke HEMHOTOYUCJIEHHbIE He-MOJIEKYJISIPHBIE
cuHanoMopduy, HapuMep, B CTPOCHUU OMMATHU/IU.
B Hacrosee BpeMst 60Jiee BEPOSATHOM KakKeTCst
nmapabuimsa pakooGpasHbx oTHocuTenbHO Hexapoda.

IumoTesa o MPOUCXOXKIEHUN HACEKOMBIX OT
PaKooOPa3HBIX HEOAHOKPATHO BHICKA3bIBATIACD,
HO He \MeJia IPU3HAHUS: TI0YTH BCeMU
TIPU3HABAJIOCH POZICTBO HACEKOMBIX U
MHOTOHOKeK B cocTaBe nozatumna Atelocerata
uu Tracheata ¢ cunanmomopdueit — penykuueit
anTeHH 11, ApyrumMu OGIMMY TPU3HAKAMU.

Monoduwms Hexapoda

TloaTeepsknena monobwmmus Ectognatha u
Entognatha.

B Pa3HbIX Hay4YHBIX IMIKOJaX IIPUHUMAIACh
160 MOHO(l)I/IJII/IE[ CKPBITOYEIIOCTHBIX U
OTKPBITOYEJIIOCTHBIX HACEKOMDIX, 6o IEPBBIX
COMMKANU C MHOTOHOXKKAMHU.
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Knana, rpymma

Kommenrapmit

TpaxuimoHHBIN B3I

Monodummsa Myriapoda (Chilopoda, Symphila,

BrickassiBasnch PpasjinuHble MHEHHUA O

Monoduwms Myriapoda . mapaduIIi MHOTOHOKEK OTHOCHUTEIBHO
b yriap Pauropoda, Diplopoda) o6ocHoBaHa. pad
HACEKOMBIX.
IlepBoHAYAIHEHO AHAJIN3 HYKJIEOTHIHbIX
OCJIeI0BATENbHOCTEN, OMyYeHHBIX 0T Xenoturbella,
B pa3ubIx HayyHBIX IIKOIAaX Xeno-
0GHAPY’KUII CXOCTBO C MOJIIIOCKAMH, & B [IADEHXUME .
o turbella nonaranucs 60 6IUBKOM K
ObLIY HAW/IEHBI JINYUHKY, IIOXOJKHE HA BEJIUTEPBL. o
IUIOCKVM YePBSIM TPYIIIOH, 1160, Ha
IIpunazgiexHOCTD B Hacrosiiiee BpeMst 9TH [IOCIIEL0BATENBHOCTA o
OCHOBaHMU MHOTOCJIOWHOTO SIUIEPMICA,
Xenoturbella [IPU3HAHBI IPOMCXOSIIIUMY OT MUIIEBBIX

Kk Deuterostomia

00bekToB Xenoturbella. AHATN3 MHOKECTBEHHBIX

Cy6oIUIEPMATIBHOTO «CTATOIMCTa» CO

MOJIEKYJIIPHBIX JAHHBIX GECCIIOPHO OTHOCUT
Xenoturbella Ko BTOpDUYHOPOTBIM, OTAETMBIIUMCS,

MHOXXECTBEHHBIMU «JIUTOI[UTaMU», CIIEPMIUEB
171e3UOMOPGHOTO CTPOEHUST — HEOTEHNYECKUMU
BTOPUYHOPOTBIMHU.

TIPeII0JI0KUTEIHHO, OT OCHOBAHUS KJIAJIbI

Ambulacralia.

O6bemnaenne V.M. Me4HUKOBBIM UTIIOKOKITX
u mosryxopaoBbix B Ambulacralia o cxomctBy
JINYNHOK HE UMeJIO Tpu3HaHus. Vckomaembie
TepexoiHbIe GOPMBI MEKTY XOPIOBBIMH

¥ WITJIOKOKVMU TPAKTOBAJIMCH B PAMKaX

Monodumms YcranoBiieHa Ha HAYaJIbHBIX 3TAllaX aHATHA3A
MOJYXOPAOBBIX H TIePBUYHBIX CTPYKTYP U TIOATBEPKAAETCS
HIJTIOKOMKHX TeHOMHBIMHA JJAHHBIMIL.

KaJII:I.[PIXOpZ[aTHOI?I TE€OPHUU KaK 3B€Hbs Ha
SBOJIIOIMUOHHOM ITYTU OT 6€eCIIO3BOHOYHBIX K
IIO3BOHOYHBIM.

Monoduius 060I0YHUKOB
M XOPAOBBIX

(6e3 GecuepenHsIx) JIAHI[ETHUKOM.

Ananus MYJBTUTI€HHBIX TaHHbBIX BbISIBUJI 6osee
TECHOE PO/ICTBO XOPAOBBIX C OGOHO‘IHHKHMI/I, HeXeJn

BecueperHbie 00BIYHO CYUTAIKCH TPYIITION,
Haunbosee GJIM3KON K XOPAOBBIM

(xax u BKIIOYeHHMe Myxozoa B Metazoa) Tpebyer
PEBU3UU MPEXHUX WHTEPITETANUN U TMOHITHITHOTO
armapara CpaBHUTEIbHON aHaTOMUH B 11e710M. QOObIY-
Has B JKYPHAJBHBIX CTAThsIX OTOBOPKA, YTO MOHO-
¢unua Ecdysozoa cBUIETENBCTBYET O HE3AaBHCUMOM
BO3HUKHOBEHUY METAMEPUHU B 9BOJIOINH JKUBOTHBIX,
0 CYTH JieJia 3aMa3bIBAET OCTPOTY BOIMPOCA, TaK KaK
Articulata o6beMHSAET He IPU3HAK METAMEPHH, & €T0
0COOBIl BUT;

— ¢ o0UUM IUIAHOM B3aUMOPACIIOTIOKEHUST Me-
TaMePHBIX ¥ HeMeTaMePHBIX YacTel: IpeapOTOBOMU
U AQHAJIIBHOM JIOMACTH, OOBIYHO JIMIEHHBIX 1EJ0Ma,
U CETMEHTOB; 30HBI POCTAa OOBIYHO HEIOCPENCTBEHHO
Tepes MUTHAVEM W TeTbCOHOM;

— C eINHBIM IIJIAHOM CTPOEHISI MeTaMep-CerMeH-
TOB (TIapHBIE IIEJIOMUYECKUE MEIIKY, BEHTPO-JIaTe-
pasbHBIE TIPUIATKU-KOHEYHOCTH C MYCKYJIATypOH,
HelipoMepbl, He(PUAUHN );

— CO CIIENUATBHBIM CTOCOOOM Pa3BUTHSI CETMEHTOB
B OHTOTeHe3e (T. H. TETEPOHOMHOCTBIO), TIPH KOTOPOM
OTIpefieJIeHHBbIE, CIelMbUIecKrue s TaKCOHA Cer-

MEHTBHI, BHE CBSI3U C TATMO3MCOM COBPEMEHHBIX BU/IOB,
3aKJIA/[BIBAIOTCS KAK «JIAPBAJIbHBIEY, & IPYTaSt YACTh —
KaK «IIOCTJIaPBaJIbHBIE» (TIPU CIIPABEIIUBOCTH 3aMe-
YaHWH 4TO TIOJ «JIApBATBHOMNY» U «IIOCTJIapPBAJIHLHOI>
cerMeHTaluell y pasHbIX BUOB IOHUMAETCS AJIEKO
HE OJIHO U TO K€); Pa3BUTHE <IIOCTIAPBAIBHBIX» CeT-
MEHTOB B 30HE POCTa OOBIYHO TIPOUCXOMUT B TIOPSIIKE
VX CJIEZIOBaHUS CIlepefy Ha3a/ M HAUMHAETCS C 3a4a-
TOYHBIX TAPHBIX IIEJIOMITYECKIX MEIITKOB;

— C TIPHHITUIHAIBHBIM CIIOCOOOM TTOCTPOEHUS
VCJIOKHEHHOTO TeJIa 32 CUET TaTMO3KUCA.

Articulata kak TakCOH B TPaJUIMOHHON CUCTEME
0OBENNHSET TAKKE:

— CXOIHBI HAaGOp W B3aMMOPACIOIOKEHUE OC-
HOBHBIX OPTaHOB BHYTPEHHETO U HAPY’KHOTO CTPOE-
HUSI, B TOM YHCJIe IIPUIATKOB IIPePOTOBOM JIOIACTH
U CETMEHTOB TeJIa;

— MaJIoCerMeHTHBbIe JIUYMHKMN MeTaTrpoxodopa u
HayTanyc (UM COOTBETCTBYIONIME UM 9MOPUOHATD-
HbIe CTaJINH) C IIPEPOTOBOI U aHATBHOM JIOTIACTHIO,
JIAPBAJIBHBIM TEJIOM U 30HOU POCTa;
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Bilateria
— Cnidaria
— Porifera

Ctenophora

outgroup

150 6en10KKO4UPYIOLLUX FEHOB
Dunn et al. Nature, 452,

104 6en0KKOAUPYIOLLUX FreHa

Srivastava et al. Nature, 454,

B.B. Anémun
B Ctenophora
Bilateria Cnidaria
Cnidaria Porifera
Placozoa Placozoa
Porifera Bilateria
outgroup outgroup

51 pasgen (PHK n 6enok-
KogupyloLme reHbol)
Schierwater et al. PLoS Biol., 7:1,

(2008) (2008) (2009)
Bilateria Bilateria
r Cnidaria .D. Plgcozpa
Porifera: Homoscleromorpha Cnidaria
Placozoa Ctenophora
Porifera: Demospongia Porifera
Ctenophora
outgroup
outgroup

1487 6enoKKOAUPYIOLMX FEHOB

Hejnol et al. Proc. R. Soc. B, 276,
(2009)

150 6en10KKO4UPYIOLLUX FEHOB

Pick et al. Mol. Biol. Evol., 27,
(2010)

Puc. 2. IIpoTrBOpeYNBbIE COBPEMEHHBIE THIIOTE3bI O POJCTBEHHBIX OTHOIIEHUSIX KPYIHEHINIUX IPYII MHOTOKJIETOYHBIX KMBOTHBIX IO
pe3yJisTaTaM MYJIbTUTEHHOTO aHaiau3a. KiaaucTuueckuil aHaIu3 MOJIEKYJISIPHBIX HPU3HAKOB, PEAKO HO/BEP)KEHHBIX TOMOILIA3MUSM
(Anénmn u [Tetpos 2002), cBUETENTBCTBET B 1103y BapuaHToB b wim /| 1 oTBepraet mpoywe.

Fig. 2. Contemporary conflicting hypotheses regarding the phylogenetic relationship of major groups of multicellular animals based on
multigene data. Cladistic analysis of molecular data, which are less prone to homoplasy (Anémmun u ITetpos 2002), supports scenarios b

or [, and rejects any other scenario.

— CXOJHBIE II0 MOJIOKEHUIO TUUYMHOYHBIA TeMEeH-
HON OpraH W HAYIJTMAJTbHBIN Tya3 (HECMOTPS Ha
CIIOPHOCTh WX TOMOJIOTMM BBUY TADHOHN 3aKJaJKU
TIOCTIETHETO);

— IPUHIMIINAIBHO CXOHOE YCTPOHCTBO HEPBHOM
CUCTEMBI, BKJIIOYAIOIIENH: OKOJIOTJIOTOYHOE HEPBHOE
KOJIBIIO C HAATJIOTOYHBIM TaHTJIueM (KOTOPBIH Mpu-
HSITO TOMOJIOTU3UPOBATD C TIEPBUYHBIM MO3TOM, XOTSI
MHTEpIPETaus — 3TO He 0COOEHHOCTh CTPOEHUS) C
MapHBIMM IPUOOBUAHBIMEU TEJAMU U HEAPOMEDBHI C
OJHOTUIIHBIMU TIAPHBIMA OPIONIHBIMU TaHTJIMIMU,
KOHHEKTHBaMH, KOMUCCYPaM1, 60KOBBIMY HEPBaMU;

— CITMHHOE CEP/IIIE;

— CBsI3aHHBIE C IUCCUTTUMEHTAMK HEDPUIWH;

— OTCYTCTBHE IIPU3HAKOB JIPYTUX TUIOB (OPTO-
TOHAJIBHOW HEPBHOU CHCTEMBI, He BKJIOYEHHOTO B

HAJITIOTOYHBIH TAHTJIMIA OCEBOTO HEPBHOTO IIEHTPA U
CTaTOIMCTA, PA3BUTON MapeHXUMBbI, KTEHUIUEB, IUC-
CUMMETDUH TIEJIOMOB)...

A Tenepsb maxxe aBTOPbI, He COTJIACHBIE C MOHO(DU-
mueit Ecdysozoa, ne Gepytcst 3amumars Articulata,
a TOJIbKO MOHOGMWIVIO IIEJOMUYECKUX KMBOTHBIX
(mampumep: Rogozin et al. 2007a, 2007b). Bce mepe-
4ucIeHHble Tpu3Haku Articulata yxe He BBHITISAIST
BECOMBIM apPIyMEHTOM ¥ HE UCTIOJIb3YIOTCSI B ICKYC-
cum 06 UX cTaTyce.

OuoreHeTUIECKA aHHETUAB  OOBEAUHSIOTCS
C IPYTMM KIOBBEPOBCKMM THIIOM — MOJLTIOCKAMIL
Takue mpeoOpasoBaHMsI HEAEIIEBO CTOAT. Takco-
HaM, COEIUHSIONIMM DPasHble THIBI — MOJUIIOCKOB
C aHHEJH/IAMU U HEMATOJ C WIEHHCTOHOTHMU — HE
math 0c060 60raToro MOp(OJOrMYECKOr0 AMAarHO-
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3a. IIpaBia, GiwyKafinass UCTOPUS SPKO OCBETHJIA
CyObEKTHBU3M B 3TOM BOIPOCE: €CJAM U3 CTapbIX
MOPGhOIOrnYecKrX paboT B OY€Hb HEMHOTHX IPEl-
MIOJIATATIOCh POJICTBO T€X WJIM WHBIX TUIIOB M3 HBI-
nenraux Ecdysozoa (mocieuss o BpeMeHu U camast
maciirabuas — A.JO. XKypasaesa (1995)) u mmpoko
M3BECTHA TOJAbKO ofHa pabota (Eernisse et al. 1992),
B KOTOPOH OT/AeTcs NpeIouTeHre TPOXO(OPHBIM
mepefl WIEHUCTBIMU TI0 Pe3yJbTaTaM IOCTPOEHUS
NEHPOTPaMM TI0 MaTpUIle KOJMPOBAHHBIX COCTOSI-
HUH IPU3HAKOB, TO Hocae 1997 . Takux paboT cpasy
MOSIBUJIOCh MHOKeCTBO. IIpu Takoil KOHTpacTHOU
cratuctuke no u mocye 1997 r. TpyaHO otnenats-
CS OT MBICIM 06 OCO3HAHHOMW JIMOO HEOCO3HAHHOMN
MOJATOHKE aBTOPaMK De3YJIbTaTOB IIyTeM BHIOOPA
<HYKHBIX» IIPU3HAKOB M UX <IPAaBUJIBHOTO» KOMIU-
poBaHus — Belb 06beM (DaKTUYECKUX 3HAHWH 110
AHATOMUM ¥ PA3BUTUIO GECTIO3BOHOYHBIX BBIPOC 32
HECKOJIBKO JIET He TaK cuibHO. Kpome popmabHOTO
BOIIPOCA CHCTEMATHKN O COZEPKATEIbHOCTH [IHa-
rao30B Ecdysozoa u Lophotrochozoa, mogaumaercs
BOIIPOC 110 0OBEKTUBHOMN 9BOJIIOIMN: MBI BBIHYKIEHBI
Temepb BCce 4epThl exuHcTBa Articulata smGo mpu-
3HaTh KOHBepreHNuel (HO TOr/la KakoBa IIeHa Bcei
CPaBHUTEJIbHOM aHaTOMMU?), MO0 «IIPOBAIUTH> UX
B CUMILIE3UOMOP(HUU — KaK AUarHo3 OOIIEro mpe-
ka (Manaxos 2009). Bropoii cmoco6 me tpebGyer
HE3aBUCUMOTO BO3HUKHOBEHUS CXOICTB aHHEJH] U
4JIEHUCTOHOTHX U, Ha TIEPBBIi B3TJISA, KaskeTcs 6oee
magamuM. OZHAKO TOTZA TPUAETCS] COTJIACUTHCS C
moutn GeccienHol yTpatoil mpusHakoB Articulata
IpYTUMM THUIAMH II€PBUYHODPOTHIX (HEMaTOIZaMHu,
MpUANYIUAAMU, CUIYHKYJIUIAMU, MOJLTIOCKAMHU,
OpaxuornogaMu, (GOPOHHUAAMH, MITAHKAMHU, TLIOCKH-
MU, GPIOXOPECHUYHBIMU YEPBSIMU, KOJOBPATKAMHU,
THATOCTOMYJIU/IAMH U ZP.). A 9TO HEMHOTHUM JIy4IIle
IUIsT XapaKTePUCTUKY HAIIETO TIPEKHET0 HE3HAHUS
MOpdoJIOTNYecKoii aBoMoNUY (B JJaHHOM CIydae —
HACKOJIBKO CIOCOOEH K TPaHC(OPMAIIUY TIJIaH CTPO-
enns1). HoBas wmHTepmperanuss MOpGOJIOTHYECKIX
XapakTepucTuK Bcex TumnoB Bilateria ¢ yderom
W3BECTHON WJIM BePOSATHON (uiorennu (Masaxos
2009) cranoBUTCS KpaliHe HACTOATEIbHOU 3a/jaueil.
IlocTenenHo MOATOTOBJSIETCSI BTOPOM aKT pe-
Busuu Articulata — Ha 9TOT pa3 ero ocTaTKa B BUJE
KosbuaThix uyepBei. [loTepsio 3HaueHue neseHVe
Ha MHOTOIIETHMHKOBBIX ¥ MAJIONETUHKOBBIX, TaK
KaK TIOSICKOBBIE YEPBU BXOJAST B COCTaB MHOTOIIE-
TuHKOBBIX (Puc. 3). Cpeam TOSCKOBBIX YCTaHOB-
JieHa mapaduaus OJUTOXEeT OTHOCUTENBHO HUSBOK.
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OXUypUIIBI, TPYIIA OJUTOMEPU30BAHHBIX ITOJIUXET,
VHOT/IA TI0JIATABIIASICSI TUIIOM, HE TIPOCTO BKJTIOUEHBI
B COCTaB aHHEJN, HO COJMMKAIOTCS ¢ KOHKPETHBIM
cemetictBom Capitellidae (Puc. 3) (BeIGOpKa wuC-
CJIEZIOBAaHHBIX CEMEICTB HA CETOMHS OTPAHUYEHA).
[Tpuxoautcst 0KUAATD, YTO KaKHe-TO CEMENCTBA <II0-
JIUXET» OKAKYTCS CKPHITOPOJICTBEHHBIMHU TAKCOHAMU
(o tepmuHosnoruu B.C. Uymosa (2002)) mpexHuIX
KJIaCCOB U THUIIOB.

PeBu3usi, ocymiecTBisieMasi 6Jarofiapsi MOJIEKY-
JISPHBIM TIPU3HAKAM, MOJKET IOKa3aThCs HE TaKOii
YK PEBOJIIOIIMOHHON IO CPaBHEHUWIO C TIOAHSATON
IIYMUXOH, Beb GOJBIIMHCTBO TPAAWIMOHHBIX TH-
TIOB, KJIACCOB M TAKCOHOB 60JIee HM3KOTO PaHTa TIPH-
3HafoTcst MoHOGUIeTndeckuM. DaKkThl MOHODMINN
[IEPBUYHOPOTHIX, MpHHAMIexKHOCTH Xenoturbella x
Deuterostomia mim moHoduany Syndermata He co-
nepxar 0co60W HOBU3HBI, TAPAbUINSI KOJIOBPATOK
OTHOCHUTEJIFHO KOJIIOUETOIOBBIX U AK€ POJCTBO He-
MATo/l ¥ YWIEHNCTOHOTUX MpeAmoaraachk. Ho uro u3
toro? IlommepxKy MOJIy4aloT AATEeKO He BCE HMPEXK-
HYe TUIIOTE3bI, U €CJIM PAHbINE OHY GBLITA OHHAKOBO
HeI0Ka3yeMbl, TO TeTephb eCTh HOBBIN 3(D(DEKTUBHBIIN
coco6 TPOBEPKY TIPEKHUX M BBIIBIIKEHUS HE3aBH-
CUMBIX (uoreHeTryeckux rumores3. Iloka Mosexy-
JISPHOU (DUJIOTEHETUKOM HE TIPEOIOJIEH TTOUCKOBHIN
(Hay4HBIIT) BTal Pa3BUTHS, HEPEUIEHHBIX BOIPOCOB
60JIBIIIE YeM PEIEHHBIX, HE PEIIEHbI COEPKATETBHO
Ba)kHble BOMPOCH mpukianaHoro (Taba. 3) u meTo-
nudeckoro 1iaHa. He o6xoxutcst 6e3 Ka3ycoB, Kak
npeaBapuTeabHoe oTHeceHue Xenoturbella x Mmoi-
JIIOCKaM TI0 CIelMpUIecKoi MPUYUHE 3arpsI3HEHUS
JJHK. Omgnako mporpecc mocJeiHUX JIET U TIPUBJIe-
YyeHue GOMBUINX JIOACKUX ¥ (PMHAHCOBBIX PECYPCOB B
3Ty 006J1aCTh JAIOT HAJEXKIy Ha CKOpoe 00beKTUBHOE
pellleHre CTOSIUX Tepell (UIOTEHETUKOW 3aad
Ha OCHOBAHUH, B NEPBYIO OYEPE/b, UCHOTb30BAHNUS
TPAaHCKPUIITOMHBIX U T€HOMHBIX /IAHHBIX, a TaKXKe
Pa3BUTHUSI AHATUTUYECKOTO ATIIAPATa.

IBOIOIHS MHOTOKJIETOYHOCTH
B cBeTe (PUIIOTEHETHKH

[TpoucxoxmeHrie MHOTOKJIETOYHBIX CUUTAIOChH
TPYAHON SBOJIONMOHHOM Tpobiemoit. Co BpeMeHM
MEPBOIl TIOMBITKYA €€ HAYYHOTO PEUIeHUsT — MOJENU
Tactpen, OmMyGAMKOBAHO MHOKECTBO Bapuanuii u
opurnHaabHbIX uneit (MBanos 1968), e nmpeosones-
IINX, OfHAKO, B JOJDKHON Mepe yMO3PUTEIbHOCTH.
Curyarus cTaja peluTeIbHO MEHATHCS B IOCTIeAHNEe
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Table 3. Present-day phylogenetic problems concerning the major groups of multicellular animals

Hepemrennast mpobiema

Kommenrapuit

IMapadums wm MoHO bW ryGOK

Ecnu 6yzer moka3aHna mpezmoaraeMasi B psizie pabot napaduiust ryGoK, 31o
crenaeT HanboJIee SKOHOMHBIM MPEIONOKEHIE O HAINYMU BOJAOHOCHON CUCTEMBI
y obmiero npeaka Metazoa u ero mpenMyIecTBeHHOM 00pase KI3HU BO B3POCJIOi
(haze sxu3HEHHOTO IMKJIA KaK CU/STIETO (PUIBTPATOpA.

ITonosxenne rpeGHEBUKOB KaK HAYaIbHOK
WM ceayiomeii 3a ry6kamu unuu Metazoa

Ecmu obHapyxutcs napadpunus Eumetazoa, To CyIIecTBEHHO PaCUIAPUTCS

00671aCTh I0Ka3aHHBIX CITy9aeB TI00ATbHON PEMYKIIMN OPraHU3AIMN KUBOTHBIX B
9BOJIIONINH, OTHOBPEMEHHO 3TO CO3/IACT OIIPe/Ie/IeHHbIE TPYAHOCTH TIEPE THIIOTE30M
TIPENMYIIECTBEHHO CH/IsTUETO Tpeaka Metazoa.

Yrounenue nonoxenuns Trichoplax
cpeau Metazoa

Hecmorps Ha npasronogo6ue runore3st MoHodumnu Parahoxozoa
(=Bilateria+Cnidaria+Placozoa), mpotuBopeurst B pekoHCTpyKIuax (Gomee paHHee
ornenenne Trichoplax, cOTTIACHO HEKOTOPBIM MCCIEIOBAHUSIM) B HACTOSIIIEE BPEMSI
He JI0JUKHBI UTHOPHUPOBATHCS U HYXKIAIOTCS B IPOSICHEHUH 1715 000CHOBAHHOTO
HCKJTIOYEHNsT OIIMOOYHBIX BADUAHTOB.

IIpuHaaIesKHOCTD MUKCOCIOPUAMIA
K Cnidaria wim Bilateria

Mukcocnopuauu — Haubosiee MOPGhOIOTHYECKU CHIEIUATU3UPOBAHHAS TPYIINA
Metazoa, yrpaTuBIIasi OCHOBHBIE IPU3HAKH MHOTOKJIETOYHBIX, CAUTAETCSI
nepusaroMm Cnidaria umn, pexe, Bilateria. ITokasaro, 4To IprnuchiBaeMble

patee mukcocriopunusiM Hox rensl cBoiicTBenHoro Bilateria tuna npunaziesxar
x03s1uHy. OIHAKO HEIOCTATOK JAHHBIX ¥ KpaliHe BBICOKAst CKOPOCTh MOJIEKYJISIPHON
9BOJIIONUY He II03BOJISIIOT B HACTOSIIIEE BPEMSI C YBEPEHHOCTHIO UCKIIIOUUTD
MPOUCXOsKAeHNe MUKcociopuauii ot Bilateria wnu Cnidaria.

Ionosxenue Polypodium hydriforme
110 OTHOUIEHUIO K MUKCOCIOPUAMSM,
KHIIeyHonoocTHbiM U Bilateria

Ha ocHoBanuu ananu3a eguHCTBEHHOTO U3BecTHOTO TeHa, 18S pPHK, Brickazana
runoresa 0 MoHobwrn P. hydriforme ¢ MUKCOCTIOPUANSAM; TIPU OTIPENETEHHBIX
YCJIOBHSIX TIOCTPOEHHMSI IEPEBA SKCTPEMAIbHO JJIMHHAS BETBb P. hydriforme
MIPEICTABJISAETCS CECTPUHCKOM 110 oTHOmeHuo K Bilateria.

Ionosxenue Geckumeynsix Acoela
u Nemertodermatida na nepese Bilateria

@uiioreHeTHYECKOE MOJIOXKEHHE GECKUIIEYHbIX TYPOeIsIpUil B KOPHE MK

KkpoHe nepesa Bilateria Bcerna npencTaBisioch KpaifHe BaKHBIM IS OLIEHKA
IUIaHYJION/IHO} rUoTe3s! poucxoxaenus Bilateria. B nacrosimee Bpemst
IJIAHYJIOUHAS TUIIOTE32 He B XOAY, a IOJI0KeHUEe GECKUIIEYHBIX OCTAETCS OHON

3 TSDKENEHNINX 3arajok BBULY 9KCTPEMAIbHOM CKOPOCTH MOJIEKYJIIPHON
HBOJIIONMH ¥ BBI3BIBAEMbIX 5TUM apTe(hakTOB IPUTSIKEHNS VIMHHBIX BETBEH.
IIpeasIaraioTcst HECOBMECTHMbIE BAPHAHTEI 6Aa3a/IbHOTO IIOJI0XKEHHsT GECKUIIEYHBIX
Ha nepese Bilateria, BK/I04eHHs HX B COCTaB ILIOCKUX YepBeii, a HEJABHO — B COCTAB
BTOPUYHOPOTHIX. APryMeHTHI B 1107163y MoHOGmnK Acoela u Nemertodermatida
HY)KIQIOTCS B YCUJIEHUH.

Ilonoxenue anenomMuyeckux rpymu Lo-
photrochozoa (Platyhelminthes,
Gastrotricha, Gnathostomulida,
Syndermata) oTHOCHTEIBHO
<I[EIOMHYECKHX>

Ha 6osibmnHCTBE CKOHCTPYMPOBAHHBIX €PEBLEB AL[ETTOMUIECKHIE
Platyhelminthes, Gastrotricha, Gnathostomulida, Syndermata (Bmecre
o6o3Havaembie Kak “Platyzoa”) rpynmupyroTcst BMECTE U 3aHIMAIOT CECTPHHCKOE
TIOJIO’KeHYE K KJIa/le «IIeJIOMUIecKUX» (BKIIIOUas anesoMmuiyeckux Nemertini,
Kamptozoa, Cycliophora) Lophotrochozoa. Betss, Bemymas Ha nepese K mo6omy
suny “Platyzoa”, 3saMeTHO IJIMHHEE, 9TO 3aCTaBJSAET TTOA03PEBATh 3P PEKTHI
NPUTSKEHWsE IVIMHHBIX BETBEH Kak B UX 0ObEAMHEHNH, TAK U IIPOTUBOIIOCTABICHUN
Ha JiepeBe «IesoMudecknm» Lophotrochozoa.

IIpuyuna o6bequHeHHsT OPaXUoNo K
dboponna c HeMepTHHAMH Ha [IEPEBbHSIX,
MOCTPOEHHBIX 110 TPAHCKPUIITOMHBIM
JIAHHBIM: POJICTBO WJIH CJIE/ICTBHE
apredaxra?

B HeckoJbKuX paboTax MOJIy4eHO CTATUCTUYECKY 3HAYUMOE 0ObeiMHEH e
Gpaxuonoz 1 HGOPOHUJ ¢ HEMEPTUHAMHU Ha J€PEBbSIX, IOCTPOEHHBIX 110 OOUIMPHBIM
TPAaHCKPUIITOMHBIM ZIaHHBIM. BeTBY, BeZyl1e K 9TUM IPyIIaM, He OTJIMYAIOTCS
0c000i1 IJIMHOM, He BUHO IIOTEHIUATBHBIX NCTOYHUKOB apTedakToB. Kakux-nu6o
MOpP(}OoIOrNYeCKUX IPU3HAKOB TAKOH IPYIIIIBI HEU3BECTHO.




HepCHeKTI/IB])I 3aBepIICHUA (bH]IOI‘eHeTI/IKI/I

29

Ta6mua 3. I[Ipodoncenue
Table 3. Continued

Hepemennas mpo6rema

Kommenrapmit

Tlon0skenne MITAHOK OTHOCHTEIBHO APYTHX
Lophotrochozoa

Ha macurrabupoBaHHBIX IEPEBBSIX BETBH, BeyInue K Mimankam Gymnolaemata u
Stenolaemata MimaHkam, oTHOCSATCS K Hanbostee AUHEBIM cpenu Lophotrochozoa.
ITO CHUKAET JOBEPHE K OOBIYHO BBIBOAUMOM TOMIOJIOTUM, COTJIACHO KOTOPOU
MIIIAaHKY Ha CKOHCTPYHPOBAHHBIX I€PEBbSIX OTBETBIIIOTCS CPa3y BCJIE 32
“Platyzoa” ¥ IpeACTaBIAIOTCS CECTPUHCKOM IPYIION OCTATBHBIX «IIEJIOMHUYECKIX>
Lophotrochozoa. ITpu yuere Tompko Phylactolaemata, He mposBsiomux
MOBBIMIEHHOW CKOPOCTH MOJIEKYJISIPHOM 9BOJIIONIH, 0OHAPYKEHA TPAIUIIUOHHAST

¥ IaBHO OTBeprHyTas rpynmupoBka Entoprocta u Ectoprocta, peambHOoCTh
KOTODPOH HY’>KZAeTCs B IOATBEP KICHUM.

O6bem u paguanus “Annelida”

ITokasana mapaduius MOIUXET OTHOCUTEIBHO OJIUTOXET U MUSIBOK, 9XUYPU/L
1 IIPEJIIIOJIaraeTCst OTHOCUTEBHO CHITYHKYJ/IU M TOTOHO(MOP; BBULY
HE/[OCTATOYHOCTU BHIGOPKY OOGCTOSITENIEHO UCCIIEIOBAHHBIX <IIOJIMXET, HE
JoKa3aHa MOHOGUINS aHHeIU] (B PACIIMPEHHOM OHUMAHHUH, BKIIIOYAsT
[epeYrCIeHHbIE TPYIIIBI) OTHOCUTENbHO Apyrux TiioB Lophotrochozoa.

Ionoxenue Myzostomida oTHOCUTEIbHO
“Annelida”

Tpebyercst yToueHue BBUY HEIOCTATKA BBIOOPKM F€HOMHBIX ¥ TPAHCKPUIITOMHBIX
NIaHHBIX 110 <IIOJIUXETaM» U MOBBIIIEHHON CKOPOCTH 3BOJIIOINK reHoB Myzostomida,
NPUBOAUBIIEH K MX 0OBEIMHEHHIO HA CKOHCTPYMPOBAHHBIX JIEPEBbSX C IIIOCKUMHU,
a B IPYTHX CJIy4asiX C KOJTOYETOJIOBBIMY YePBSIMU (/IS TAKMX HETPAAUIMIOHHBIX
IPYIIUPOBOK aBTOPbI TTOAGUPAIIN OAEPKUBAIOIIIE UX MOP(HOTIOTUYECKHE
[IPU3HAKN).

IMosokeHne HEKOTOPBIX IPYIII
<«apXHaHHETHI>

ITostokeHre HEKOTOPBIX POJIOB MUKPOCKOIINYECKUX GECIIO3BOHOYHBIX
OIIpefiesIeHO Ha OCHOBAHUY IIOBEPXHOCTHOTO UCCJIEAOBAHNS, 1 He UCKIIIOUEHA
PEBU3HS C IEPEHOCOM X B AAPYTOil TUIL. B 4acTHOCTH, Ha OCHOBAHMK HOBBIX
MOP(HOJIOTHYECKHIX ¥ OTPAHUYEHHBIX MOJIEKYJISIPHBIX JAHHBIX TIPEIOKEHO
nepenectu pox Diurodrilus w3 cocraBa «apxuansenua» k Micrognathozoa.

Ionosxenune Lobatocerebrida u nexotopsix
APYTUX IPYMII NPEATIOTIOKHUTEIHHO BBICOKOTO
paHra, 10 KOTOPBIM MOJIEKYJISIPHbIE JaHHbIE
K HaCTOsIIEMY BPEMEHH He OILy GJIMKOBaHbI

1o HEKOTOPOMY YKCIY POIOB MUKPOCKOIIMYECKUX OECTIO3BOHOUHBIX
(Lobatocerebrum, Jennaria), mpeanonoKUTENbHO TIPEACTABISAIONINX TAKCOHBI
BBICOKOTO paHra (THIIBL), 10 CUX TIOP OTCYTCTBYIOT MOJIEKYJISIPHbIE JAHHBIE.
Crenenb GUIOTEHETUYECKOM 060COOIEHHOCTH UX, TAKAM 00Pa30M, OCTAETCs
HEU3BECTHOMU.

IMonoskenue “Mesozoa”: Dicyemida u
Orthonectida na nepese Bilateria

OmnuceiBaemsbie B XIX B. Kak epexoHbIe MEXKIY OXHOKIETOYHBIMU U
MHOTOKJIETOYHBIMH, Mesozoa K HACTOSIIIEMY BPEMEHU HOTEPSIIA OOIBITMHCTBO
TaKCOHOB II0 IIPUYMHE YCTAHOBJIEHUS UX TIOJIOKEHHUS JTNGO COMHUTENBHOCTH
ommcanuit. B XX B. mpocTota Mesozoa 06bI9HO 1oJIarazach He EPBUYHOM, a
Pe3YJIBTaTOM YIIPOIIEHUS B CBSI3U C MAPA3UTH3MOM. AHAIN3 MOJIEKYJISIPHBIX
npusHakoB oTHocuT Dicyemida u Orthonectida x Bilateria, Ho HemocTaTOK TaHHBIX
¥ BBICOKAsT CKOPOCTb MOJIEKYJISIPHOU 9BOJIIOIIUY He TI03BOJISTIOT B HACTOSIIIIEE

BpEMSI OIIPE/IENTUTD, SIBJISTIOTCS I OHY MOHO(DIIETHIECKO TPYIIION U KAKUM
COBPEMEHHBIM TPYIIIAaM POJCTBEHHBI.

Craryc Spiralia

B rekymeli Bepcun pOIOCIOBHOTO IEPEBA TAKCOHDI, XOTSI Gbl €IMHIYHBIE
MPEJICTABUTENN KOTOPBIX 0GIAIAI0T CIMPATIBHBIM APOGIEHIEM, TIOHUMAST TIO]T
TAKOBBIM HE TOJIBKO T€OMETPUIO, a IIPOCIIEKTUBHOE 3HAUEHNE OJIACTOMEDOB,
MOJTHOCTBIO COCPE0TOUEHbI B pamMKkax Lophotrochozoa, uto mocmyskumo
OCHOBaHWEM JIJIsl TUTIOTESBI O €T0 BO3HUKHOBEHWH B inHUH Lophotrochozoa.
OnHaKO pactpe/ie/ieHUe TAKUX TAKCOHOB Ha TEKIIEH BEPCUH JIEPEBA COOTBETCTBYET
KpaifHe HEAKOHOMHOMY CIIEHADHIO HE3aBUCHMOM yTPATHI CIIMPATIBHOTO APOOJIEHNS,
3aMEHSIEMOTO KaK PA3BUTHEM C MHOTOKJIETOYHBIMY 3aKJIAIKAMU, TAK U MHBIMH
croco6amMu IeTEPMUHUPOBAHHOTO APOOJIEHNS. YIUThIBast IIPOGJIEMBI IOCTPOECHUS
TouHoro Aepesa Lophotrochozoa, BosHMKaeT BONPOC: SIBISETCS I HEAKOHOMHBIH
CIIEHAPHH CIIEAICTBHEM OIMGOIHOCTH TOTIOIOTUY TEKYIIIeH BEPCHU [IepeBa UK
0COOEHHOCTBIO SBOJIOIMH APOOIEHUSL.
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Hepemennas mpo6ema

Kommenrapmit

Pasnanys GPIOXOHOTHX MOJLUIIOCKOB

Vudopmarus o oT1e/IbHBIM TeHaM JOCTOBEPHO BBISIBJISIET KPYIIHBIE TPYIIIIBL
GPIOXOHOTHX, HO MX PACXOXKIEHUE B yCIOBUSAX HBIHEIIHETO HEAOCTATKA TAHHbIE
TIPEZICTABIIACTCS IOIUTOMUEH.

Pamnanus Ecdysozoa

IlocToBepHo ycranoBiena Monodunust Scalidophora kak HaATUIIOBOTO TaKCOHA
B cocraBe Ecdysozoa. OTHOCUTENBHO IPYIIUPOBKY OCTATBHBIX TUTIOB UMEIOTCSI
KpaifHe TIPOTHBOPEYNBEIE, B PA3HOI CTETIEHN 0OOCHOBAHHbIE THITOTESHL.

PaspemneHue TPHXOTOMHH B OCHOBaHHU
ZiepeBa KPYTIJIBIX YepBei

YcTaHOBIIEHBI TPY KPyTIHEHIINE KIaabl KpyTiabix gepseit: Enoplia, Dorylaimia,
Chromadoria, oxHako He U3BECTHO, KaKasi U3 HUX OTBETBUJIACH [IEDPBOM Ha JlepeBe
HeMaro/l. YIuTbIBasi, 4TO HeMaTo/Ibl — HanboJtee usoiuposanHas rpynmna Ecdyso-
704, TOYHBIH HOPSIZIOK OTXOK/IEHNUST BETBEH B OCHOBAHUY MX POJOCTIOBHOTO ZIEPEBA
MO3KeT GBITh TI0JIE3€H /ISl PEKOHCTPYKIMK OJIMKaiiero o6uero mpeika.

IlonosxeH1e MHOTOHOKEK cpeau
YWICHHCTOHOTUX

OO6cyskaaeTcst Ba aJIbTEDHATHBHbIX BADUAHTA: CECTPUHCKUE OTHOLIEHHST
MHoroHoxkek ¢ Pancrustacea B rpyniie Mandibulata tpagunorsoro cocrasa (10
HEeTPaJANIIMOHHON CTPYKTYPBHI), U CECTPHHCKYUE OTHOIIEHUs ¢ Xesuieposbimu (“Par-
adoxopoda” = “Myreochelata”), B 107163y MOCIIEHETO TTPUBOISATCS HCKIIOUYUTETHHO
MOJIeKyJIsIpHble Npu3Haku. HavanbHbli epeBec B IOy ISIPHOCTH THITOTe3b! “Para-
doxopoda” GsuI cBsI3aH CKOpPee ¢ HOBU3HOI; Tellepb BUIHO, YTO /ISl BBIOOPA MEXK/LY

YKa3aHHBIMU aJIbT€pHATUBaMU H606X0l[I/IMa JIOIIOJIHUTE/IbHASA I/IHQ)OpMaL[I/Iﬂ.

Bouee BeposiTHOM Kaxercs mapaduims pakooGpasHbix orHocuTenbHo Hexa-

Ilonoxenue HacekoMbix cpeau Pancrusta-
cea

poda, HO IaHHBIE O TOM, KaKsi rpyIna pakooOpasHbix cecTpuHckas Hexapoda,
npoTuBopeunshl. [unoresa o 6imskom poacree Hexapoda n Remipedia mmeer
BECOMYIO TIOUIEPIKKY, IPUHAIIEKHOCTD K 3Toii kaage Cephalocarida mysknaercs B

JAOMOJTHUTEJIbHBIX IIOATBEPKACHUAX.

HPI/IHalIJIe)KHOCTB IIETUHKOYE/IIOCTHBIX K JINMHUU IIEPBUYHOPOTHIX COMHEHUU He

TouyHoe nonoxeHue IIETHHKOY€J/IIOCTHBIX IIO
OTHOUICHHIO K IPYTUM NEPBHYNHOPOTHIM

BBI3BIBAET; MIO-BUAMMOMY, UX 060c006 IeHIE TIPEIIIECTBOBAJIO JUBEPTEHIMA Ha Lo-
photrochozoa u Ecdysozoa, opsako uckiodenye ceCTpPHHCKIX OTHOLIEHHH C OZHON

13 Ha3BAHHBIX KJIa/l Tpe6yeT JAOIIOJTHUTEJIBHOT'O IIOATBEPIKACHUI.

O6cy>K/:[aeTc;1 He TaK MHOT'O BapHaHTOB OTHOIIEHHH KJIACCOB HUTJIOKOXKHUX, HO

OTHOIIEHHUS KJIaCCOB UTTIOKOKHX

OrpaHMY€EHHBIE TAHHBIE, CII0JIb3YeMBIE [T PEKOHCTPYKIMHU (DUTOTEHNH, TAI0T
MIPOTUBOPEYUBbIE PE3YIBTATHL. [[JIs1 pENIeH s BOIPOCa MOTPEOYETCST aHAIN3

TPAHCKPUIITOMHBIX NI TEHOMHBIX JITAaHHBIX 110 BCEM KJIaCCaM.

15 sier 6maromapst AByM paKTopaMm: MosiBJIeHuIO 6oJee
060CHOBaHHBIX (prmoreneTndeckux runores (Puc. 4)
M CBEJIEHU O TeHax, yIPaBJIoUX SMOPUOHATBHBIM
pa3BUTHEM U KJIETOUHOI auddepeniposkoil. OHU
anbcuduupyoT (B MO3UTUBUCTCKOM TOHUMAHUN )
rurnore3y lactpen. C y4yeToM TeHETHKH Pa3BUTHUS U
(puoreHeTMKY BHIPUCOBBIBAETCS BBICOKO ITPAB/IOTIO-
IOGHBIA ClieHapuil IIpoucxoxkaenns Metazoa — KOH-
KpeTU3alusl TUToTe3bl cMH300cmopel A.A. 3axBart-
kuna (1949), on omucan B geransax (Mikhailov et al.
2009); 3a mporezIIe TPY TOA MTOTYYE€HBI HOBBIE CO-
racyrornuecs ¢ HuM daktsl (Brown et al. 2009; Carr
et al. 2010; Sebé-Pedros et al. 2011), a ocHoBaHuit
K (anbcubukanuy He U3BECTHO, TOITOMY 3[1€Ch OH
paccMaTpuBaeTCcs He B TIOJHOM 00beMe, a JIUIIb Kak

WJLTIOCTPAITST MCIOJIb30BAHUS (DUTOTEHETUKU JIJIsT
Pa3pabOTKU HBOJIOIIMOHHOTO CIIEHAPHSL.

Hawubosee KpymHBIM CyGTaKCOHAM 3ajIHEKTYTH-
koBbix (Opisthokonta) — kuBOTHBIM U TpuGaM, I10-
cJie BBIJIeJIEHVS TTOCTIETHUX U3 HUBIIUX PACTEHUH, — B
CUCTEMaX MPUCBAWBAIM HAWBBICIINI TaKCOHOMH-
YeCKUH paHr — LapCTBa, TaK YTO BOIPOC 06 uX 00b-
€IHEHUH C YeM-TO He CTOsLT. [[JIsT KIIaIuCTUKa He Cy-
IIECTBYET HAMBBICIIIETO PaHTa, OHA TPeGYeT JOOMY
TaKCOHY HAWTHU CECTPUHCKYIO TPYyNIy (U IPUCBOUTH
eli 9KBUBAJIEHTHBIN paHr). 1 oHa HAXOAUT MHOXKe-
CTBO CHMHATIOMOP(MUI IBYX <«I[APCTB» B MEPBUYHBIX
CTPYKTYpax MaKpDOMOJIEKYJ, HauuHas ¢ (dakropa
anonraiuu, EF1A (Baldauf and Palmer 1993), mep-
BOHAYAJIBHO JIJi1 HECKOJIBKUX BUIOB. 3aT€M TIPH3HAK
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WNsydyenve pagmanuy 3aAHEXTYTUKOBBIX JaeT
IBa ypoka. llepBbiii — Maso IPOAYKTUBHBIN: Hallle
3HaHUE Jake B «(UIOTeHeTHIeCKON OKPEeCTHOCTU»
JKWBOTHBIX ¥ TPUOOB HEJOCTATOYHOE, €CIU OT-
KDPbIBAIOTCSI HEWU3BECTHBIE KM3HEHHbIE (OPMBI, a
M3BECTHBIM TAKCOHAM JIOJKEH OBITh TIPUCBOEH PAHT,
HKBUBAJIEHTHBIA panry rpuboB (Rozella n npyrue
KPUIITOMHUIIETHI), WK 0Jiee BHICOKUIL, 4eM y rpuGoB
(uyxiseapun) u xkuBoTHBIX (Mesomycetozoea). Bto-
POii ypOK: GOJIBITUHCTBO HOBBIX (DOPM — HTO HEABHO
HalifleHHble B IPUPOZie U ONMCAHHbIE IO KaHOHAM
MUKOJIOTUM ¥ TIPOTO300JIOTUM BUIBI, HO BeAyIas,
MOYTH WCKJIIOYNTENbHASI POJb B PACIO3HAHUU WX
POZICTBEHHBIX CBSI3€li IPUHAIJIEKUT MOJIEKYISIPHBIM
metozam. Eme 3—5 jeT Hazaj B IPUHUMAeMOM Kia-
norpamme Opisthokonta momyckamcst mropamusm.
Terepb OH MOCTENIEHHO U3)KUBAETCS, ¥ MbI OJU3KU
K PEKOHCTPYKIMU OGBEKTUBHBIX  POICTBEHHBIX
oTHomeHu#. YacTh Y3JI0B POIOCTOBHOTO J€PEBA
060CHOBBIBAETCS C JIETKOCTBIO. Ec/in B3sATh Hayzady
nBa—TpU GEJOKKOIMPYIOIIUX TeHa, TO B HUX Hali-
ZIETCST TOCTATOYHO MOJIEKYJISIPHBIX CHHAITOMOPGhUii
HETPAIUIMOHHON U JIUIIEHHOW MOP(HOJIOTHYECKOTO
nuarsosa rpymisl Holozoa, a TpaiuIiMOHHYIO TPyIITy
Metazoa+Choanoflagellata Tax serko He mokasath:
IUIE 9TOTO TOTPeGYeTCss HaMHOTO OOJbllle TEHOB
(Anémmma u gap. 2007). PaBHas J€rxkoctb pEKOH-
CTPYKIIMU KasKA0TO y3ia Obima GbI BO3BMOXKHA TIPU
PaBHOMEDHOCTH KJIQJIOTEHE30B U WX PEAKOCTH IO
OTHOIIEHUIO K (QUIETHYECKON 5BOIONUH, UTO BPSII
JIU UCTIOJTHSIETCSI BO Bce BpeMeHa. HbIHemmHsisT Bep-
cus popocaoBHoro aepesa Opisthokonta nHasephsika
NOTIOJTHUTCSI HOBBIMH, TIOKA €Ille He OIMUCAHHBIMU
TaKCOHAMU BBICOKOTO PaHTa, BO3MOYKHO Jaxke Gyzmer
nepecrpoena (cM: Torruella et al. 2012), Ho Bpsz u
3HAYUTETHHO.

Yro maer Ham ¢usoreneTmyeckoe nepeBo Opis-
thokonta (Puc. 4)? 3acemnM €ro COBPEMEHHBIMU
dopmamu. Cpemu Holozoa B coBpemeHnHoii Guore
€CTb JKTYTHKOBBIE, aMeOOUIHBIE, IPOXKKEBUIHbIE,
HUTYAThIe, MUTETNATbHBIE (DOPMBI, & TAKXKe BUIBI C
OTYETJINBOM KJIETOUHOM auddepeHIInpoBKOii, KOTIa
B JKM3HEHHOM IIUKJI€ CMEHSIOT APYr Apyra ameba,
MUIIEeJTNH, TTOKOSIIASICS IINCTA, IPUCYTCTBYIOT MHOTO-
KJIETOUHBIE WJIM MHOTOSIZIEDHBIE arperarsl, Kak Y
Ichthyophonus hoferi. Te e KJI€TOYHBIE TUIIBI, TOJIBKO
B [IPYTMX COOTHOIIEHUSX, €CIU PACCUNUTHIBATh Ha
YKCJIO BUIIOB, €CTh U B «rprbHOM> nuauu Holomy-
cota. OnpoMeTynBO COPACHIBATD CO CYETOB BCIO ITY
poaHio Metazoa. MOXHO TIpe[ICTaBUTH ee Kak IIpo-

B.B. Anémun

SIBJIEHUE DBOJIIOIIMOHHON ILJIACTUYHOCTH, IMUPOKOU
KOHBepreHINY, He3aBUCHMOro Bo3HUKHOBeHUs. Ho,
C YYETOM [OTIOJHUTEIBHBIX CBENEHUI, TaKOe IIPEe-
MOJIOXKEHUE BBITJISIUT MaJONpuBJeKaTe bHbIM. Bo-
NePBBIX, PA3HOOOPA3Me THUIOB KJIETOK COXPAHSIETCS
BO Bceli apomonuu Opisthokonta, Tombko HeMHOTHE
TaKCOHBI XapaKTePU3YIOTCS OJHUM—IBYMsI THUIIAMHU,
Ia U TO, TIO-BUIVUMOMY, KaK Pe3yJIbTaT ILIOXOHM u3-
YYeHHOCTH. BOpPOTHMYKOBBIE — 3aHEKTYTHKOBbIE
C YIPOIIEHHBIM JKU3HEHHBIM IIUKJIOM, B yIeOHUKAX
orpy06JIeHHO TIOIAI0TCS KaK CYINECTBa OMHOTUITHBIE. B
IeCTBUTETIHHOCTH Y YACTH BUZOB OTMEYEHO BA TUTIA
KJIETOK, OTJIMYAIOMIUXCS TI0 MOP(MOMETPUM: OIWH
CBOMCTBEHEH IIPeUMYIIeCTBEHHO CUASTINM, IPYToi —
MIPEUMYIIECTBEHHO IUIABAIONIMM KTYTHKOHOCIIAM.
OG6BIYHO, TIPY HEAOCTATKE HAOJIIOAEHUH, UX OTHOCST
K PasHbIM POJIaM, YTO HE CIOCOOCTBYET TPABUIIBLHOM
uHTepnpeTanmu kusHeHHoro 1mkaa (Maldonado
2004). Y nmpyrux, Jydilie W3y4eHHBIX BUIIOB, PeTep-
Tyap BKJIIOYaeT He MEHee YEThIPEX TUIIOB BETETATHB-
HBIX KJIeToK 6e3 yuera mumct (Kapmos 1980), B Tom
ynciae OesxryrukoBble Kiaetku (Leadbeater 1983;
Dayel et al. 2011). Kaerounass auddepeHnnpos-
ka y Mesomycetozoea eme 6Goraue. Bo-BTOpbIX, y
onHokeTounbrx Opisthokonta wmerorcst romosoru
reHOB, obecreynBaMUX y Metazoa IpUKpeIeHne
KJIETOK K MATPHUKCY, K APYIUM KJIETKAM, MUTPAIIO
B Ipeznesiax 3apopbima, auddepeniupoBky (King
et al. 2003; Shalchian-Tabrizi et al. 2008; Mikhailov
et al. 2009; Sebé-Pedrés et al. 2011). Ux dpyukimn y
OTHOKJIETOYHBIX HEM3BECTHBI, HO 9KOHOMHEE ITPEIITO-
JIOKUTH YYACTHE XOTSI OB HEKOTOPBIX B YIPaBJIEHNH
mpeBpallieHneM KJIEeTOK U B OHTOTeHe3e Metazoa, u
M0 XOMy >KM3HEHHOTO IMKJa ocTambHbIX Opistho-
konta. 9To mpeanONOKEHNE, KOHEYHO, HE OCTAHETCS
B pamKax (unocodun, a 6yAeT IPOBEPEHO IKCIIEPH-
MEHTAJIbHO, TIPaBla, BPSA JU O4eHb CKOpO. Takum
06pa3oM, IIACTUYHOCTD, TIOBTOPHOE BO3HUKHOBEHIE
OTIpeZIeJIEHHBIX TUIOB KJIETOK €CJIN ¥ UMETA MECTO B
ssomonuu Opisthokonta, To Ha ocHOBE coxpaHeHwMs
O0IUX TEHETUYECKUX PETYJISATOPHBIX DJIEMEHTOB H,
TIPEOJIOKUTENBHO, UX TPEEMCTBEHHOCTH — XOTST ObI
B HEKOTOpoO# crernieHu. IIpu sBo/MOIMOHHOM TIepexozie
K Metazoa He IPOMCXOANIIO CHAYATIA CO3/JAHUIE MHOTO-
KJIETOYHOCTH, a 3aTeM KJIeTOYHOH AuddepeHITnpoBKA
B KOJIOHUY OJHOPOAHBIX KJIETOK (TIPEBpAIIeHMs Ha
MPOTSIKEHNY MUJIINOHOB JieT bitacten B TacTpero), a
OBLJT UCTIOJIB30BAH CYIIECTBOBABIIMIA TIOTEHIIAAI <O/l
HOKJIETOUHBIX» TI0 a[[T€3UU, PETYJISLUN TIPosrdepa-
1K ¥ Kiaetouroi auddepenimposke (Mikhailov et
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Eccrinidus flexilis Ichthyophonus hoferi

Amoebidium parasiticum
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Psorospermium haeckeli

Sphaeroforma arctica

Anurofeca richardsi
Sphaerothecum destruens
Rhinosporidium seeberi
Dermocystidium spp.
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Seee. e ¢ Corallochytrium limacisporum

Ministeria vibrans

Capsaspora owczarzaki

OPISTHOKONTA

HOLOMYCOTA | HOLOZOA

Puc. 4. PonocsioBroe nepeBo 3aiuexryTukoBsix (mo: (Mikhailov et al. 2009), ¢ usmenenusimu). AsnbrepantuBibl Bapuants (Torruella et
al. 2012) mozxpasymeatot HesaBucumoe otBersieHue Filasterea u Ichthyosporea B knage Holozoa u HesaBucumoe otserienue Chytrid-
iomycetes u Blastocladiomycetes B knage Holomycota. Kiazsi, Gorarsie ameboumHbiMu (hOpMamu, TaHbL Ha CePOM (hOHE.

Fig. 4. Phylogenetic tree of opisthokonts (based on: (Mikhailov et al. 2009), with modifications). Alternative variants (Torruella et al.
2012) include independent branching of Filasterea and Ichthyosporea within Holozoa, and independent branching of Chytridiomycetes

and Blastocladiomycetes within Holomycota. Clades with an excess of amoeboid forms are shaded grey.

al. 2009). ConuasnbHoe TTOBe/IeHHE U KJIeTOUHast -
(bepeHIIUPOBKA, pacIpocTpaHeHHble y Amoebozoa
(Cepasun u Iyakos 2005) u APYTUX «OIHOKJIETOY-
HBIX», HE ABJSIONUXCS OIU3KUMM POACTBEHHUKAMM
Metazoa, He OCHOBAaHBI Ha UCIIOIH30BAHIY OYEBHUIHO
TOMOJIOTUYHBIX T€HETUYECKUX IIPOTPaMM, He IIPUBO-
AT K (OPMUPOBAHUIO AHAJIOTMYHBIX CHUH300CIIOPE
KJIOHAJIPHBIX KOJIOHUI W He SIBJIIIOTCS PeaslbHbIMU
MPOMEXYTOYHBIMU ITAllaMU CTaHOBJIeHUsT Metazoa,
XOTsI HABOASIT HA MBICJIb O ILIE3NOMOP(MHOCTH CJIOXK-
HOTO KU3HEHHOTO IMKJIA Y IPOCTEHINX, BO3MOKHO
MMEIOIIETO 00Iee HAYAIO C TJIOOATbHBIMU CHCTEMA-
MU peryisiyu 6akrepuii. EcTecTBEHHO, MHTErpalyst
’KU3HEHHOTO IIUKJIa <OAHOKIeTouHbIXx> Opisthokonta
B oHTOreHe3 Metazoa (3axBarkun 2008) He Tozpas-
yMeBaeT 4dymecHoro ckauka: mpegyioxken (Mikhailov

et al. 2009) rumoreTMyecKuii ClieHApHM TOCTETEH-
HBIX, CEJIEKTUBHO OIPaBIaHHBIX MPeoOpa3oBaHMUM,
TO/I/IEP’KAHHBIN AKTYaJIbHBIMU (DU3UOTIOTHYECKIMU
XapaKTePUCTHKAMHU DPAHXMPOBAHHBIX Ha (bUIOreHe-
TUYECKOM JiepeBe (hopM.

3AKJIOYEHUE

DutoreHeTHKA B HACTOSIIIEE BPEMSI TEPEPOCIIA 3a-
YATOYHYIO CTAIMIO OBITOBOTO 3HAHUS UJIK UCKYCCTBA,
HO He TTOHSJIACH /IO BBICIIIETO YPOBHS — MHKEHEPHH,
TO €CTh OCTaeTCs HAYKOM. B Hell ceroztst 60blie Bo-
IIPOCOB, YeM OTBETOB, I MHOTO OMIMOOYHBIX THUIIOTE3
¥ HEHAJIESKHBIX METO/IOB, UTO XapaKTEPHO JIJIT HAYKH.
OnHako, ¢ y4eTOM CKOPOCTHU €€ Pa3BUTHS B IOCTEN-
HIOIO APy AECATUJIETH, KaKeTcs OJNM3KUM JIEHb,
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KOT/Ia BCE CKOJIbKO-HUOYIb BaXKHBIE €€ 32124 OyIyT
paspeliieHsl. Beskasi Hayka KOTZa-TO BO3HUKIIA, B
caydae (DUIIOTEHETUKY MBI BUAUM HEOOBIUHYTO (eciu
He YHUKAJIbHYI0) JIJIsl HAYKU OJU3KYIO MEPCIEKTUBY
€€ 3aBepINeHNs] B CBSI3U C BBITIOJTHEHUEM CTOSIBIITHX
Tepesi Hel 3a/1a4. JTO HEe 3HAYUT, UYTO €l He HYKHBI
(unaHCHpOBaHVE U aBTOPUTET: ceifyac OHU KaK HU-
KOT/[a BBICOKHM B MUDE, M YeM Bhillie Oy/IeT aBTOPUTET
u menpee GUHAHCUPOBAHUE, TEM CKOPEE COBPEMEH-
HOE Hay4HOE IIOKOJIEHHE CBOeil J0OPOTHOM paboToii
VHUYTOKUT (PUIOTEHETUKY, BHIBENIET €€ HaBCETa U3
CTaThU PacXofioB HA (hyHIAMEHTaIbHYI0 HayKy. Ha-
BEPHOe, U JJAJIbIIIe /1T Hee OCTAHeTCsI OTpaHMYeHHOe
moJie JIEITETHHOCTA B CBSI3U C ONKCAHWEM HOBBIX
WM ONMMOO0YHO STUKETUPOBAHHBIX CTAPHIX BUIIOB, B
¢unoreorpaduu u smumemuosornu. OmHAKO, €CIU
POICTBEHHbIE CBSA3M MUWLIMOHA BUAOB OYAYT T0OCTO-
BEPHO PEKOHCTPYUPOBAHBI, 3TO 3HAYUT, YTO METOJIO-
JIOTHsSI ¥ TEXHMKA PEKOHCTPYKIIUHU OYAYT HACTOIBKO
pas3paboTaHsbl, 4TO TPO6GIEMa HOBBIX BUIOB CTAHET HE
HAYYHOM, a YMCTO TEXHUYECKOM, IOUTU KaK UIAEHTH-
(dbukanusa 6akrepuil B KIMHUYECKOM tabopaTopun. B
aKaJIeMUYECKOl HAayKe TOCTOBePHAs (DUIOTEHUS JACT
KapKac ISl CIIEKYJIITUBHBIX BOJIIOIIMOHHBIX CIIEHA-
pueB. 3aKOHYMBIIMCH KaK HayKa, (PUIOTeHTETHKA
OCTaBUT METOJl, KOTOPBIA Oy/eT NMPUMEHSAThCS Kak
TEXHUYECKOE CPEICTBO.
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PE3IOME

T[IpemsiaraeMbiii BHUMAHWIO YUTATEST KPATKUI 0630p, HU B KOl Mepe He TPeTEHIysl Ha OJHOTY U [IyOuHy aHa-
JIM3a, HATIPABJIEH HA TO, YTOOBI IATh MPEICTaBAeHNE 0 GA30BBIX MPUHIIUIIAX, HA KOTOPHIX OCHOBAHBI COBPEMEHHbIE
METO/BI PEKOHCTPYKIMK (DUIOTeHe30B. B cTaThe pacCMOTPEHBI UCTOPUYECKUE CBSI3U MEXKIY TAKUMHU IIOIXOIAMU
KaK MHTYUTHBHAS T€KKEIEBCKasT (QDMIOTeHETHKA, PyYHAS XEHHUTOBCKAsI KJIAJUCTUKA, METO/ MAKCUMAJIbHOM Tap-
CUMOHHHM, METO/] MAKCUMAJIBHOTO TpaBIononobus, baliecoBa (GuioreHeTHKa 1 METO/bI, OCHOBAHHBIE HA AHAJIN3E
TeHeTUYEeCKUX AUCTaHIui. [Joka3aHbl OCHOBHBIE IIPEUMYIIECTBA U HEKOTOPBIE IMPUHIMIIUAIbHBIE OTPAHUYEHUS
KaX/IOTO M3 3TUX METOZIOB.

Kmouessre cioBa: BaitecoBa dbuorenerrka, rekkeaeBcKasi (UIoreHeTHKA, TEHETHIECKIE [UCTAHIINY, XeHHUTOB-
CKast KJIA[IUCTUKA, METO/[ MAKCUMAJIBHOTO TIPABAOIIOA00MS, METO/l MAKCUMAIBHOMN TAPCUMOHWH, MOJIETh HBOJIIOIHH,
MIpU3HaK, puioreHes, GUIOTEHETHYECKHUIT aHATN3

PHYLOGENETIC RECONSTRUCTIONS: CHARACTERS, MODELS OF EVOLUTION
AND METHODS OF PHYLOGENETIC INFERENCE
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ABSTRACT

The paper considers some general principles of different methods of phylogeny reconstruction. It demonstrates
historical relationships between such approaches as intuitive Haeckel’s phylogenetics, Hennig’s hand cladistics,
method of maximum parsimony, method of maximum likelihood, Bayesian inference and distance methods. The
advantages and shortcomings of these methods are briefly discussed.
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BBEJEHUE

ITo onpenenenuio dpHcra [exkesst, KOTOpoe TIpH-
HUMAEeTC W MHOTMMM COBPEMEHHBIMM OHOJIOTaMH,
o/ (GbUIOTeHETUKOM CJIeAyeT MOHUMATh HAYKY O IIy-
TSAX, 3aKOHOMEDPHOCTSIX U MPUYMHAX MCTOPHYECKOTO

Pa3BUTUA OPraHM3MOB. Hepr}IHO BU/IETH, UTO IIpH
TaKOM OIIpe/ieIeHNH (PIIoTeHeTHKa II0 CYUIECTBY
COBIIAJIaeT C YBOJIONUOHHON Gromorueit (TarapuHos
1984). Ha mpaxrtuke, ofHaKo, comep;xanue duore-
HETHUKH Y’Ke, 1 OHA 3aHMMAETCs JIUIIb BBISIBJIEHUEM
POZICTBEHHBIX CBsI3€il MeX Iy OpraHN3MaMU U PEKOH-



40

CTPYKIHUEN ITyTel MCTOPUYECKOTO PA3BUTHUS, H3006pa-
JKast MMOCJIEIHYE B BH/IE (DUIIOTEHETUIECKUX CXEM. JTH
CXeMBI MOTYT OBITh IIOJy4YEHBI MOCPENCTBOM (DHIIO-
TEeHETUYECKOTO aHAJIN3a, B OCHOBE KOTOPOTO JIEKHUT
nesi TeHeAIOTUIEeCKOW Tepe/laun MPU3HaKoB. Ecim
pacrpeziesieHus IPU3HAKOB, KOTOPble HAOII0AA0TCS
Yy OpPTaHU3MOB, KaK PEIEHTHBIX, TAK U MCKOIAEMBIX,
YHACJIEOBaHbl OT OOILIEro IpeaKa, TO AHAIU3UDPYS
9TU pacIpeieIeHrs], TEOPETUUECKU MOXKHO TIOJTYIUTh
(bunoreHeTyECKYE TPAEKTOPUY OTAEIHHBIX TPU3HA-
KOB, a 3aTeM Ha 3TOM OCHOBAaHUM BOCCTAHOBUTH 3BO-
JIIOIIMOHHBIE UCTOPUYU TAKCOHOB. [[JIs1 perenus aToun
3aaul HeoOXoMMMO, uToObl B Hamwuuu Obutd: (1)
caMu TIpU3HaKH, (2) MOJIETV HBOJTIOINY 3TUX TIPU3HA-
kOB U (3) MeTonbl GUIOTEHETUIECKOTO aHAJIN3A, T.€.
060CHOBaHHBIE M CUCTEMATH3UPOBAHHBIE COBOKYITHO-
CTH MIATOB U [EHCTBU, KOTOPble HEOOXOAMMO HIPes-
[IPUHSITH, YTOOBI HA OCHOBAHUY M3YYEHUS IPU3HAKOB
¥ C YYETOM MOJIEJTU HBOJIIOINY 3TUX IPU3HAKOB OCY-
MECTBUTD (PUIIOTEHETHYECKYIO PEKOHCTPYKIIHIO.

IMPN3HAKN

Teopernuecku st TomydeHUsT (DUITOTEHETH-
YEeCKON PEKOHCTPYKIIMU MOXKHO WCIIOJIb30BaTh W3-
MeHUYWBbIE TPU3HAKU JIOGOW TPHPO/B, HATPUMED,
IKOJIOTUYECKUE U ToBeneHueckue. Ha mpakTrke B
HACTOSIIIlee BPEMsI Yallle BCETO MCIOJIb3YIOTCS MOP-
(bostoruueckrie, MOIEKYJISIPHBIE U [UTOTEHETHYECKHUE
npusHaku. [naBHOE TpebOBaHME, KOTOPOE TIPEIh-
SIBJISIETCS K MIPU3HAKaM B (DUIOTEHETHKE, COCTOUT B
TOM, YTO TIPU3HAKHU JOJKHBI GBITH TOMOJIOTUIHBIMU.
Heromosornynble COCTOSIHHSI OPraHM3MOB, [JaKe
€CJIV OHHU TOXOJKH, He HecyT uHpopMarmio 06 obieM
TIPeJIKe, ¥ UX HET CMBICJIA CDABHUBATH U UCIIOJIb30BATh
st punoreHeTnyeckux 1eseit. KoHkpeTHbIe IyTH U
AJITOPUTMBI TOMOJIOTU3AITUY TIPH3HAKOB PA3HOM MPH-
POIBI MOTYT OBITh Pa3IMYHBIMU. [IPUHIIUTIBI BHISB-
JIEHUS] TOMOJIOTHH MOP(MOJIOTUYECKUX CTPYKTYP HOJ-
POOHO OIMCAHBI BO MHOTUX CTAaThsIX M PYKOBOJACTBAX
(mampumep: Haszprunar 1992, 1998; Kiore 2000;
[TaBmunoB 2005; Wiley and Lieberman 2011). st
MOJIEKYJISIPHBIX TIPU3HAKOB IIPOIEyPa TOMOJIOTH3A-
UM BKJIIOYAET Pa3jyeHue MEXKIY OPTOJOTHMIHBIMU
u mapayornyabiMu Jokycamu (Puc. 1A—B) ¢ mocre-
IYIOIIAM BBIDABHUBAHMEM HYKJIECOTHIHBIX MOCJIEN0-
BaresbHOCTed (Puc. 1C) (Page and Holmes 1998).
ITa mpolleaypa CUIbHO OTJIUYAETCS OT BBISBJIEHUS
TOMOJIOTHH MOP(OJIOTHYECKUX TPU3HAKOB. OmIHAKO
B JIIOG0OM CJIydae TOMOJIOTHU3AIMS MPU3HAKOB — HTO

B.A. JIyxranoB

MEPBBIA ¥ BaKHEHIIMI KOMIIOHEHT JI060ro (rio-
remeTnyeckoro anaausa. O6 5ToOM 0COOEHHO BaXKHO
[IOMHUTH IIPU HCCJIEAOBAHHM MOJIEKYJISIPHBIX IIPH-
3HaKO0B. CJI0BO FOMOJIOTH S, KaK IIPABUJIO, OTCYTCTBYET
B CTaThsX II0 MOJIEKYJISIPHOI (DIIOreHETHKE, OMHAKO
HUKOI/IA HeJIb3s1 3a0bIBATh O TOM, YTO HYKJIEOTHUIHOE
WM aMUHOKKCJIOTHOE BBIPABHUBAHUE — 3TO HE IIPO-
CTO MaTpHIIA IPU3HAKOB, HO U TMIIOTE3a O TOMOJIOTUH
HYKJIEOTHAHBIX WM AMAHOKUCIOTHBIX CAATOB.

IBOJIIOIIMOHHAA MCTOPUA TTPU3HAKA
N 3BOJIIOIITMOHHAA NCTOPUA TAKCOHA

Hexotopyio cioxHOCTh TIpU TIpOBeieHun (puio-
TeHETUYECKON PEKOHCTPYKIIMK IIPENCTABJSIET TOT
(akT, 9TO 9BOMIOINOHHBIE TPAEKTOPUU PA3HBIX IIPU-
3HAKOB, IIPUHAJIEKaIe OJHON U TOH ke TrpyIe
TaKCOHOB, MOTYT Pa3jMIaThCsl. ITO MOKHO ITOSICHUTD
cnenytonieii cxemoit (Puc. 2). [lomyctum, uto Au B —
pasHble Tpu3Haky. VX ucxomnble (11e3MoMOphHBIE)
cocrostaust — A 1 B. [lomycTim fajee, 4TO peabHast
¢usoreHust rpynmel TakoBa, KaK OHA ITOKAa3aHAa Ha
cxeme cneBa. A, u B, — anomopduum (mokasaHbl Tak-
K€ TOPU3OHTAIBHBIMU ITPUXaMu). PekoHCcTpyKIuu
C WCIOJIb30BaHMEM IPU3HAakoB A u B mpuBozadT x
Pa3HBIM KJIQJOTPAMMaM, IPHYEM PEKOHCTPYKITHS 1O
MPU3HAKy A HelpaBUJIbHAS.

Ha pucynke 2B — noka3aHo Bce TO e caMoe, 4TO
u Ha puc. 1A, HO He B BU/ie JTMHNM, a B BUJIe U3MeEHe-
HUS YaCTOT Pa3HBIX T€HOTUIIOB. BHavyasme MyTanuu B
reHax, KOAMpYyomux npusHaku A, u B, npusogar x
BO3HMKHOBeHMIo ajnenedl A, u B,. [lo momenTa ¢pu-
3MYECKOT0 Pa3/iesIeHs S9BOIIOIMOHHbIX JIMHUHA UIeT
cBOOOIHOE CKPEIUBaHUE, KOTOPOE IIPUBOAUT K (Hop-
MUPOBAHUIO YeTHIPEX T€HOTUIIOB. Bo3HuKaeT cTaaus
aHIIECTPAJIBHOTO ToAUMOpdu3Ma 10 TeHam A u B.
3areM B XOjie COPTUPOBKU aJjuiesieil (B 3TOT MpoItece
MOXeT ObITh BOBJIEUEH KaK FeHEeTUYECKUM Ipeiid, Tak
U €CTECTBEHHBI 0TGOP) BCE TPY JIMHUY MIPUXOMST K
CTauy MOHOMOP®U3Ma, HO TEHOTHIIBI B KaXKI0U 13
svHWH pa3Hble. PeKoHCTpYKIMY (hUIOTeHeTUYECKON
WCTOPUY 3TUX JIMHUU C UCTIOJIb30BaHNEeM reHoB A u B
MIPUBOAST K PA3HBIM KJIaOTPAMMaM.

TakuM 06pa3oM, UCIIOIb3Y s JKAPTOH (DUITOTEHETH-
KOB, MOKHO CKa3aTh, YTO (DUJIOTEHNUST IPU3HAKA — HE
006s13aTEIBHO TO JKE CaMOoe, YTO (DUIOTE€HUsT TAKCOHA
(Nichols 2001). B 10 :ke BpeMs 10CTaTOYHO OYEBHIHO,
YTO reHeIOTMYeCKIe IMHUY PAa3HBIX IIPU3HAKOB, OT-
HOCSITIIMXCS K OJTHOM U TOM K€ 3BOTIOINIMOHHON INHUN
OPraHM3MOB, JIOJIKHBI OBITH B CpeiHEM O0JIee WU Me-
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Puc. 1. Tomosorusanyst MOJIEKyJISIDHBIX IIPU3HAKOB. A — B pe3yJbrare AYIUIMKAIUI BO3HUKAET [1apa ITOXOXKHX, HO HE TOMOJIOTHYHBIX
reHoB o 1 3. OHY 3aHUMAIOT Pa3Hble JIOKYChI B TEHOME U 9BOJIIOIMOHUPYIOT HE3ABUCUMO. B — HepasiiyeHre HaCTOSIIIX TOMOJIOTHYHBIX
(=OpTOJIOTMYHBIX) U CTPYKTYPHO MOXOKMX HETOMOJIOTHYHBIX (=TIAPATOTMYHBIX ) TEHOB BEIET K ONIMOOYHOM PEKOHCTPYKIMK (uioreHesa
(mo: Page and Holmes 1998). C — Hyk/1e0TUIHOE BEIPaBHUBAHMUE SBJISIETCS TIPUMEPOM MO3UITMOHHON TOMOIOTUM: HyKJIEOTHIBI B IIPEEIax
KakI01 13 32 MMOKa3aHHBIX O3UIMH (32 BEPTHKAIBHBIX CTONGIIOB) roMmonorianbl. A, B m C — TakconsL. 1, 2 u 3 — opTo/IOTMYHbIE BApHaH-
TBI TeHa 0. 4, 5 ¥ 6 — OPTONIOrUYHbIE BADUAHTHI TeHa B. o U B — MapaJIoTH.

Fig. 1. Homology of molecular characters. A — as a result of a duplication, a pair of similar (but not homologous) genes o and B arise. These
genes have different position in genome and evolve independently. B — confusion of true homologous (=orthologous) and non-homological
(=paralogous) genes results in false phylogeny reconstruction (after: Page and Holmes 1998). C — nucleotide alignment is an example of
position homology: nucleotides are homologous within each of the 32 indicated positions. A, B and C are taxa. 1, 2 and 3 are orthologs of
the gene a. 4, 5 and 6 are orthologs of the gene f. o and B are paralogs.

Hee KOHTPYHTHBI (M30MOPGHBI), U PEKOHCTPYKIMS  3HAKOB. MoJiesiu — 3TO UJIH CJIOBECHBIE, MJIN UMEIOIITHe
(bunorenny MO UX COBOKYTTHOCTH BO3MOJKHA. BHJl MATEMAaTHIECKUX (HOPMYJI OIIUCAHUS 3aKOHOMED-
HOCTEH HBOJIIOIMOHHBIX TIPE0OPA30BAHUIN TPU3HAKOB.
Ha pannux sramax pasBuTus (HUIOTEHETUKH B Kade-
CTBe MOJIeJIell YacTO MCITOJIB30BAIACH HEYETKO chop-
MyJIMpOBaHHBIE (a WHOTAA He COPMYTMPOBAHHBIE

Bropoii BaxkHe#IINII KOMIIOHEHT (DIJIOTEHETHYe-  Boo6IIe) MHTYMTHBHEIC TPEACTABIEHHS O TOM, KaK
CKOTO aHaJIM3a — 5TO BHIOOD MOJEIH SBOJIOIMK [IPU-  MOIJIA MITHU SBOJIIOIUS N3yIaeMbIX IPU3HAKOB.

MOJIEJIN 3BOJJIIOINU IIPU3HAKOB
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Puc. 2. Ousorenus npr3HaKa — COBCeM He 00sI3aTEBHO TO JKe caMoe, uTo GbrioreHus takcona (mo: Jlyxranos u Kysuerosa 2009) (cm.

0OBSICHEHUS B TEKCTE).

Fig. 2. Phylogeny of a character and phylogeny of a taxon are not the same (after: Jlyxranos u Kysnenosa 2009) (see explanations in the

text).

O6s13aTeIbHBIN KOMIIOHEHT JII060H (humoreHeTH-
YECKOM MOJIEIM — 3TO TOIIOJIOTHSI, TO €CTh TEOMETPHU-
yecKast, 0OBIYHO JIBYXMEPHAs CXeMa, TIOKa3bIBAIOIIAS
TeHEeATOTHYECKUE CBSI3U MEXKY eMHUIIaMU (pUiore-
HETUYECKOTO aHan3a. JacTo TOMOJIOTUS 33/1aeTCs B
BUIe BETBSIIETOCS JiepeBa, uMeioriero kopeub (Puc.
3A). Takas Mozenpb NOIMyCKaeT Tiepeiady MPU3HAKA
TOJIBKO OT IPEeAKa K MOTOMKY U He paspemniaeT 0OMeH
MPU3HAKAMU MEXIY PasHbIMU (DUIOTEHETHYECKUMU
suHuSMU. [ ipeicTaBieHus (PUIOTEHNHY B CIyda-
SIX PETUKYJISIPHOUM 3BOIIONIMY WU B CIy4asx, KOT/A
ecTh KOH(MJIUKT MeXxay mpusHakamu (cMm. Puc. 2),
yI0OHO UCIIOIB30BaTh MOZEIb YKOPEHEHHOH (hrio-
reretnaeckoii cetu (Puc. 3B) (Huson et al. 2010).
Ecsn HampaBiieHve iepeiayy mpu3HaKa HEM3BECTHO,
MOJKHO KCITIOJIb30BaTh MOJETb HEYKOPEHEHHOTO Jie-
peBa (7151 CTy4aeB CTPOTO AUBEPTeHTHOM 2BOJTIOIIVIN )
WU MOJieJIb HEYKOPEHEHHO! ceTu (IJis 9BOJIOINH,
BKJIIOYAIOIIEN CJIydar PETUKYJIOTEHE3A).

Kpome Toro, y @unoreneTnyeckux mojeei
MOTYT OBITh pas3JM4YHbIE KadeCTBEHHBIE M KOJM-
YeCTBEHHbIE ITaPAMETPHI, BBIPAKEHHBIE CJIOBAMH,
YUCJIAMU, COOTHOIIEHUSIMU U BEPOSITHOCTSIMH. [Ipu-
MepBl TaKUX IAPaMEeTPOB: NIPHU3HAK, KOTOPBIA OBLI
TIOTEPSIH OPTaHW3MOM B XOJI€ HBOJIIOIINHU, HE MOXKET
CHOBa TTOSIBUTHCSI B CBOEM HMCXOIHOM Buie (MOJETH
Ionmo) (Wiley et al. 1991; Porosus u ap. 2005);

9BOJIIOIMOHHBIE W3MEHEHUSI TPU3HAKA IIOJHOCTHIO
obparumsr (Mozenb Durya-Baruepa) (Wiley et al.
1991; Felsenstein 2004).

METObI ®NJIOTEHETUYECKOI'O
AHAJIN3A 1 UTHTYNTUBHASA
TEKKEJIEBCKAS ®UJIOTEHETUKA

Tpernit KOMIOHEHT (DUIOTEHETHYECKOTO AHAIU-
3a — 9TO COOGCTBEHHO MMOCTPOEHHME JiepeBa (UM CETH)
C UICTIOJIb30BAHIEM OIIPe/IeIEHHOTO MeToa. Kaxkmbrit
METOJ JIOJIKEH MMETh TEOPETUYECKOe 0OOCHOBAHUE
BO3MOKHOCTH €T0O TIPUMEHEHUS, a TaKXKe BKJII0YaTh
HabOp AJITOPUTMOB, KOTOPBIE TIO3BOJISIIOT C YYETOM
BBIOPAHHO# MOJIEN TPaHC(HOPMUPOBATH U3YYEHHOE
pacrpernesneHue TPU3HAKOB B (DUIOTEHETUYECKYIO
PEKOHCTPYKIIUIO. DTU AJTOPUTMBI MOTYT OBITH He-
SIBHBIM, HHTYUTUBHBIM, UJIA OHM MOTYT OBITh Pas/ind-
HBIM 00pa3oM (POPMaTU30BAHBIL.

OTH TpPU KOMIIOHEHTa aHajin3a — MPU3HAKH,
MOJIeJT! ¥ METOZBI — OJMHAKOBO BaKHBI JJISI PEKOH-
CTPYKITMH (PUTOTEHNH, HO OCO3HAHUE ITOTO IIPHUIILIO
He cpasy. Kiaccuueckas rekkeneBckas ¢uio-
reHeTUKa TIpeyCIiesia JIUIIb B TIEPBON U3 ITUX TPEX
COCTaBJISTIOMNX (DUIOTEHETHYECKOTO aHajin3a — B
CPAaBHUTEJBHOM U3YYEHWM IPU3HAKOB. MHorue
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Puc. 3. [Ipumeps! TOmoOOTMY B BU/IE YKOPEHEHHOTO IMXOTOMUYECKH BETBSIIIETOCS lepeBa (A) U B BUZIe YKOPEHEHHOH (hUTIOTEHETUIECKON

ceru (B).

Fig. 3. Examples of topology: A — rooted dichotomous tree; B — rooted phylogenetic network.

300J10rd ¥ GOTAaHMKM BTOPOii mosioBuHbl XIX u Ha-
yasa XX Beka ObLIM MPEKPACHBIMUA MOP(HOJIOTAMY 1
OCTaBWJIN BEJIMIKOJIETTHbIE, HE YTPATUBIINE IO HACTO-
SII[eT0  BpeMEHU CPaBHUTENbHO-MOP(OJIOTYecKIe
WCCIIeZIOBAHMS, JIETIINE B OCHOBY (DMIIOTEHETUIECKUX
noctpoenuii. YTo Kacaercsi COOCTBEHHO aJrOPUTMOB
(UTOTEHETMYECKOTO aHAIN3a, TO OHU OBLIA COBCEM
He pa3paboTaHbl, W 3a4acTyi0 0OOCHOBaHWE (GUIIO-
TeHUH OTPAHUYMBAJIOCH CJIOBAMU: <5 NPeazar
npUHsIMb PuUrOZeHeMUUECKUe OMHOWEHUS, NPedCmas-
nennvle na pucynxkaxy> (Kysuemos 1915).

XEHHUTOBCKAA,
NN PYYHAS KIIAJITUCTUKA

B cepenune XX Beka MOSIBISETCS X€HHUTOBCKas
kaaguctuka (Hennig 1950, 1965, 1966), u curyarus

pPe3Ko MeHsieTcsl. XeHHUTOBCKAs KJIAAWUCTHKA TIIA-
TeJIbHbIN aHAIN3 IPU3HAKOB [OTIOIHUIIA AOCOTIOTHO
YeTKUM QJITOPUTMOM TIEpeX0fia OT MPU3HAKOB K
¢dunorenusiM. JTOT aJITOPUTM OCHOBAH Ha IOCIHE-
ZIOBAaTEIbHOM BBISIBJIEHUM COMOAYMHEHHBIX MOHO-
(useTnvecKux JUHUN C MCIOJIH30BAHUEM AHAJIN3A
cunaromopuit (Puc. 4). IIpu atom durorenun
BBIBOJISITCSI HA OCHOBAaHWHM aHAIN3a OTHOCUTEIHHO
HEeOOJIBIIIOTO YHCIA <«HAIEKHBIX> CHHATIOMOPMUI.
OCHOBOIIOJIATAIONIUM SIBJISIETCS] TIPHHITUIL, COTJIACHO
KOTOPOMY OfIHA WMCTHHHAsl CUHAIOMOPGbUS MOXKET
pas3pentnTh y3eJa BeTBIEHUS (UIOTEHETUIECKOTO
nepesa. Eciiu Bo3HukaeT KOHGIMKT MEXKTY TIOTEHITH-
aJPHBIMA CHHATIOMOP(USIMHU, TO OCHOBHOI IIyTh €T0
pellleHns — TIePENCCIeI0OBaHNe MaTePHUAa, TIOUCK U
U3y4eHue TOTOTHUTENbHBIX TIPU3HAKOB 1 TAKCOHOB.

ITOT MOAXO]] TEOPETUYECKH U METONOJIOTHYECKU
BECbMa COBEpIIEHEH, YTO U IPEIOIPENESIIO €ro



44

Puc. 4. IToctpoenue GhUIOreHETHYECKOTO /IepeBa C MUCIIOIb30BA-
HUEM MeTO/Ia, OCHOBAHHOTO Ha aHAIN3e CUHATIOMOPdUIA.
MonodueTiyeckuii TAKCOH — IPYIIINA, KOTOPAsi BKIIOYAET IIPeIKa
¥ BCeX ero moToMkoB. Ha pucyHke moka3aHsl Ba COMOAYMHEHHBIX
(omMH BJIOXKEH B APYToil) MOHOMDUIETUYECKUX TAKCOHA. A — 3TO
cunanoMopdus Takcona (1+(2+3)), koTopast OTHO3HAYHO XapaK-
Tepusyet TakcoH (1+(2+3)). B — aro cunanmomopdus TakcoHa
(2+3), xoTopast OHO3HAYHO XapakTepuayeT TakcoH (2+3). Ipy-
rvie BApHAHTBI MOHOMIIETHYECKIX TAKCOHOB HE CYLIECTBYIOT.

Fig. 4. Pylogeny reconstruction based on analysis of synapomor-
phies. Two nested monophyletic taxa are shown. A is a synapomor-
phy of the taxon (1+(2+3)) that characterizes this taxon unambig-
uously. B is a synapomorphy of the taxon (2+3) that characterizes
this taxon unambiguously. Other variants of monophyletic taxa do
not exist.

ycrex. HeyawBuTesbHO, YTO OH YaCTO W YCIEITHO
WCITOJIb3YETCSI B COBPEMEHHBIX MCCJEMTOBAHUSAX (CM.
nanpumep: Kimore 2000; Krell 2005). Oxnako y
3TOIl METOJIOJIOTHH €CTh Cephe3Hble HelOoCTaTKu. B
YaCTHOCTM XEHHUT W €ro TocjenoBatenn (HaKTH-
YeCKW TIPEVIOKUIIN OTKA3aThCS OT WCIIOJB30BAHUS
GOJIBIION YaCTH TOMOJIOTMYHBIX PU3HAKOB, 2 UMEH-
HO OT ILIE3MOMOP(HBIX M TIPOCTHIX AIOMOP(HBIX
(uwecuHanoMopdHbIX)  mpusHakoB. OtbpachiBas
TaKve MPU3HAKW, MBI TEPSIEM COEPIKAIIYIOCS B HUX
(unorenernyeckyio nHGOpPMAIHO. DTO TIPUBOIUT K
CHUJKEHUIO paspeliaonieil crocoOHOCTH aHajIu3a 1
HCYe3HOBEHMI0 WH(OpPMaNuu 06 aHATeHeTHYECKOM
COCTaBJISIIONIEN 5BOIIONIUN. B UTOTe, pEKOHCTPYKIIUH,
TIOJTyYaeMbIe C UCIIOJb30BAaHNEM KITQIUCTUKY 10 X eH-
HUTY, KaK MPaBUJIO, YPE3BBIYANHO CXEMATUYHBI, YTO
BBI3bIBAET HEYIOBJIETBOPEHHE Y MHOTHX OMOJIOTOB.
ITpo61eMOii X€HHUTOBCKOM KJIAAUCTUKU, MMEIO-
el HeloCPeZICTBEHHOE OTHOIIEHNE K CUCTEMATHKE,

B.A. JIyxranoB

SIBJISIETCSI  CJIOXKHOCTb BBISIBJIEHUsI TapaduieTride-
CKUX TaKCOHOB. /[es10 B TOM, YTO IPUHITUI MOHODHU-
JIUY JIEKUT B CAaMOI OCHOBE aJITOPUTMA IIOCTPOEHUS
IepeBa B XeHHUTOBCKOHN KiaaucTuke. Cumanomop-
(bum omHO3HAYHO OTIPEAESIOT TOJTHKO MOHO(DWIIETH-
YyecKre INHUY, 2 HEMOHO(DIIETIYEeCKIe TPYTINbI TaK-
COHOB, HAIIpUMeD, IapaduIeTIyecKie TPYIINPOBKY
He MOTYT OBbITh ompezesieHsl ogHosHauHo (Puc. 5).
TakuM 06pa3oM, UCTUHHAS TIPUYMHA OTKA3a OT Ta-
paduIeTHIeCKUX IPYII, KOTOPBII MPONaraHIupyioT
KJIAJINCTHL, JIEXKUT HE B TOM, YTO MapaduieTudecKue
TPYNIIEI HEECTECTBEHHBI, 2 B TOM, YTO KJAAW3M B
TIPUHITAIIE He YMEEeT ¢ HUMU paboTaTh. DakTudecku
9TO SIBJIAETCS CNABOCTBIO TMOAXOMA, HO KJIAIUCTBI
HauLIK GJIECTSAIINI BBIXOJ W3 TIOJNOXKEHMUs, 3asSBUB,
9TO mapaduieTudecKrie TAKCOHbI He PEaTbHbI U TaK
Tpeycrein B PaCIpPOCTPaHEHUU 3TOro Muda, 4To
MHOTHE GUOJIOTH YOEeKEHBI B TOM, YTO €CTh KaKO¥i-
TO €CTECTBEHHBIN OMOJIOTMYECKAN 3aK0OH, 3aIIPelal-
it mapaduaeTuYecKre rPynmupPOBKH.

B neiicTBuTebHOCTH, TapaUIETHYECKUE TAKCO-
HBI IMAPOKO PACIPOCTPAHEHBI HA BUIOBOM yPOBHE.
Hampumep, kK mapaduiny IpuBOIUT paCcpOCTPAHEH-
HO€ B IIPUPO/IE MIEPUIIATPIIECKOE BUAO0OPA30OBAHYE,
KOT7Ia HOBbIe /I04epHIe BUABI OTIIOYKOBBIBAIOTCS OT
HCXOHOTO MaTEPHHCKOTO BU/IA, a TOC/IeTHIH He BbI-
mupaet (Coyne and Orr 2004). Tak Kak B 9TOM CJIy-
yae duoreHeTHYeCcKasi IUHUS, IPeICTaBIeHHAS Ma-
TEPUHCKUM BUOM, He BKJIIOYAET BCEX IIOTOMKOB, TO
OHA TIO OIIPEZIEJIEHNIO SIBJISIETCS NapaduIeTUIecKo.
[le dakTo mapaduIeTHIeCKUMU SBJISIIOTCS W TTOYTH
BCe TAKCOHBI BHICOKOTO PAaHTa B TOM 00beMe, B KAKOM
MBI UX 3HAa€eM, BeZIb [TOYTH BCE OHU He BKITIOYAIOT OUH
WS HECKOJIBKO BBIMEPIIIUX BIIOB, O CYIECTBOBAHU
KOTODPBIX MBI, CKOP€€e BCETO, HUKOT/IA He Y3HAEM.

METO/] MAKCUMAJIbHOI IAPCUMOHUU

Pemuth HEKOTOPBIE U3 IPOOAEM TPagUIOHHOR
XeHHUTOBCKOU KJIQUCTUKY MO3BOJISIET YBEJIUYeHUE
Yucia aHAIU3UPYEMBIX IIPU3HAKOB, U DPa3BUTHE
(busoreHeTUKYM B 9TOM HAIPAaBJIEHUU TIPUBEJIO K TI0-
SIBJIEHWIO METO/Ia MaKCHMAJIbHOM MapCUMOHHH, KO-
TOPBI BMECTO TOTO, YTOOBI CKOHIIEHTPUPOBATHCS Ha
U3YYEHUN HEMHOTHX <«HAOEHCHbIX> CHHATOMOPHIA,
MIBITAETCS OTIEPUPOBATh MAKCHUMAJIBHO BO3MOXKHBIM
YUCJTIOM nOmeHuuanbHolx cuuanomopduii. Ha atom
IyTH CPa3y BO3HUKAET IPYTasi CIOKHOCTbD: TIPOTHBO-
peuynss MeXKIy IPEeANnoJaraeMbIMi CHHanmoMopQu-
sIMH, KOTOpble Ha WPAKTUKE CYIIECTBYIOT IIOYTH
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Puc. 5. [TapaduieTnyeckie TAKCOHBI, AaKe €CJIM OHK PEAJIbHBI, He MOTYT ObITh PACIIO3HAHBI C UCIIOJIb30BAHUEM METO/A CHHAIIOMOPUIA.
Ha ¢dumnorennu Bcerna cyuiecTByeT HECKOJIbKO BAPUAHTOB YaCTUYHO II€PeCEKAoIuXcst HapaduieTHdecKux IPyNINPOBOK, U HU OXHA
V3 HUX He UMeeT YHUKAJIbHOM KoMOMHAIuM mpusHakoB. Hamnpumep, mis napaduiernyeckoii rpymmst (1+2) (puc. 5A) mpusHak A He
VHUKaJIeH, a IpU3HaK B xapakrepusyer Jumib yacth TakcoHa (1+2) u Toxxe He yHuKaseH. To ke caMoe MOXKHO CKa3aTh B OTHOIIEHHH
napaduerndeckoii rpymmst (1+3) (puc. 5B).

Fig. 5. Paraphyletic taxa, even if they are real, cat not be recognized by using the method of synapomorphies. There are two variants of
partially overlapping paraphyletic groups, and none of them has a unique combination of characters. For example (fig. 5A), the character
A is not unique for the group (1+2), and the character B can be found in only a part of the group (1+2). The same can be said concerning

the paraphyletic group (1+3) (fig. 5B).

BCET/[a, CBUETENHCTBYSI O HAJIMYNU TOMOILIA3HiL,
T.e. HE3aBUCHMO MPUOGPETEHHBIX OMHAKOBBIX CO-
CTOSTHUY TIPU3HAKOB.

Merton MakCHMaJIbHOM TAPCUMOHUY PELIAET 3TO
MPOTUBOPEYNE, UCXOMs U3 TPEIIOTIOKEHUST O TOM,
YTO SBOJIIOIHS «<9KOHOMHA», U TIOITOMY TIPH BBIOOpE
(uroreHeTIYECKOI TUIIOTE3BI DU TIPOYMX PABHBIX
VCJIOBUSIX TIPENIOYTUTENbHEE Ta, B KOTOPOH YHCJIO
nmapajuiesuamMoB  mMuHuManbHo (IlaBmmuoB 2005,
c. 51). DTOT KpUTEpPHII MUMEET TEOPETUUECKOE 000-
CHOBaHWE: €CJIM IBOJIOIMOHHbBIE COOBITHS PEIKH, TO
THIIOTe3a, B KOTOPOH WX YWCJIO MUHUMHU3UPOBAHO,
MOKET OBITH XOPOIIUM TIPUOGIMKEHNEM K EHCTBH-
renbrocTr (Page and Holmes 1998). Opnako B
0011eM BUIe KPUTEPHIA TAPCUMOHUU HECOCTOSATEEH,
1 GBLJIO TEOPETUYECKHU TTOKA3aHO, YTO ITPU HEKOTOPBIX
VCJIOBUAX €T0 UCMOJIb30BaHIE TPUBOAUT K OMMO0Y-
ubeM pekorcTpyKisM (Felsenstein 1978, 2004).

Tak, K UCKaXeHHWIO pe3yJbTaToB (hUIOTEHETU-
9YeCKOIl PEKOHCTPYKIIUU C UCIOJH30BAHUEM METOIA
MaKCUMaJIbHOH TIADCUMOHWHU TIPUBOAUT 3(PdeKT
npuTsKeHus anuHHBIX BeTBel (long branch attrac-
tion), KOTOpPBIA 0COGEHHO OCTPO AaeT o cebe 3HATH
mpu paboTe ¢ MOJIEKYJISIPHBIMU IIpU3HaKamMu. Ecim
B Ipelesax Kakoi-mmbo GpuioreHuu aBe Wid 00JIb-
[Iee YHCIO BETBEH SBOIOIMOHUPOBAIU OBICTDEE,
TO B CWJIy CJyYaWHBIX NMPUYMH OHM WMEIOT IIAHC
HaKOIUTh OOJIbIIe TOMOIUIAsui. IIOCKOIBKY oOmHa
U3 TIPE3YMITIUHN KJIATUCTUIECKOTO aHaIu3a — pac-
CMOTpEHMe OAWHAKOBBIX COCTOSHWII TPU3HAKOB B
KauecTBe cuHanoMopduii, a He romoruiaszuii (Hennig
1966; Pacuumnpin 2005), To hopManmbHBIN aHAIU3
MPUBEZIET K TOMY, YTO TaKW€ JTUHUU MOTYT MTOSIBUTb-
CsI Ha PEKOHCTPYKITUU KaK CECTPUHCKHUE, TaKE eCIU
(baxTrueckas pumoreHus ObLIa APYTOL.

'TepMUHOJIOTHYECKHE 1 9BOJIOIIMOHHBIE TPOGJIEMBI, CBSI3aHHBIE C MICIIOJIb30BAHUEM TOTO TEPMUHA, 0OCYKAEHBI B paboTe

Ckornanga (Scotland 2011).
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OTO MOXKHO IOSICHUTH HA CJIEAYIONEM IIPUMeEpe
(Puc. 6). [lomyctuM, punorenus TakconoB A, B, C u
D usBectna (Puc. 6A). Ilocne pacxoskaeHus: TUHNAM
B Toukax 0, 0, u 0%, muHua A npuoGpesna HOBoe CO-
CTOSHME /I OJHOTO Ipu3Haka (0603HaueHo Kak 1),
OCTa/IbHbIe TPU3HAKKA COXPAHUJIH I1JIe3NOMOPGhHOE
cocrosaue 0; muuus B mpuoGpesa HOBoe cocTosTHME
1is1 6 npusHakoB (0003HaYeHHI Kak 2, 7,8, 9, 10, 12);
muans C npuobpesia HOBOE COCTOSHHE JIJIsI 7 IPU3HA-
KoB (0603HaueHsl Kak 3, 5, 6, 7, 11, 13, 14); muaua D
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mproGpesia HOBOE COCTOSTHYE JIJISI OHOTO TTPU3HAKA
(o603Haueno kak 4). Takum obpasom, juanu B u C
HBOJIIOIIMOHUPOBAIN OBICTPee U TPUOOPEH HOBBIE
COCTOSIHUS /i1 GOJIBINETO YMCJa TPU3HAKOB, YeM
muaunr A u D. YeM Gosiblie HOBBIX COCTOSTHUM TIPH-
3HAKOB [IOSIBUJIOCH B KaXKJIOW 13 HE3aBUCUMO 3BOJIIO-
IHOHUPYIOINX JIMHUHA, TeM OOJIbIlle BEPOSITHOCTB,
YTO XOTSI ObI HEKOTOPBIE U3 HUX GYIYT OMWHAKOBBI.
Tax, Ipy cpaBHEHUY KOPOTKUX BeTBeil A 1 D o0mux
HOBBIX COCTOSTHMM TIPU3HAKOB HE OOHAPYKMBAETCSI.

Puc. 6. Biusinue addexra IpUTSIKEHNSI IIUHHBIX BETBEN HA PE3YIBTAThl HAPCUMOHUAIBHOTO (DIIOTEHETHYECKOTO AHAIN3a TAKCOHOB A,
B, C u D (mmo: JIyxranos, 2010). 0 — muresnomopdusiit mpusHak, 1-14 — amomopdubie mpusHaku. A — peanbHasi (MCTUHHAS ) (DIIOTEHYS U
pacrpeziesieHue Ha Heit Tpu3HakoB. B — joxkHast peKoHCTPy KIS GumoreHnn A, morydaemasi Ipy IPOBENEHNH KIAJUCTHIECKOTO aHAIN3a
C MICTIOJIb30BAHMEM METO/Ia MAKCUMAILHON ITAPCUMOHUH (CM. OOBSICHEHHUS B TEKCTE).

Fig. 6. Long branch attraction affects the result of parsimony phylogenetic analysis of the taxa A, B, C and D (after: Jlyxranos, 2010). 0
is a plesiomorphy. 1-14 are apomorphies. — A is a true phylogeny. B is a false reconstruction resulted from using the method of maximum

parsimony (see explanations in the text).
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Puc. 7. BivsiHue HEMOJIHOTHI BHIGOPKH TAKCOHOB HA PE3YJIBTATHI TAPCUMOHUAIBHOTO KJIAAUCTUYECKOTO aHau3a (CM. 0GbCHEHUS B TEK-

cre) (mo: JIyxranos, 2010).

Fig. 7. Influence of incomplete taxa sampling on results of parsimony cladistic analysis (after: JTyxtaros, 2010) (see explanations in the

text).

[Ipu cpaBHenun ayvHHBIX BeTBeli B 1 C BBISIBIIsIETCA
HOBoe obmiee cocrosaue mpusHaka (7) (HMoOKazaHO
crpenkoit). Ecoiv MbI HU4ero He 3HaeM 0 GUIOTEHUT
U TIBITAEMCSI ee PEKOHCTPYHPOBATh, UCXOMS U3 TIPH-
3HAKOB, TO MBI BBIHY>K/IEHBI PACCMATPUBATh NPU3HAK
(7) xax cuHamoMopuio (XOTS B IE€HCTBUTETBHOCTH
OH SIBJISIETCSI TOMOILIa3uell ). B uTore Mbl BBIHY K I€HBI
OCTaHOBUTHCS HA (DUIOTEHETUYECKOI THIIOTE3€, IMO-
KazaHHoM Ha Puc. 6B u pencrasiistionieir Takcousr B
u C Kak ceCTpUHCKHE, XOTS OHA ¥ He BepHa.

Kpome Toro, X HeIpaBUIBHOH PEKOHCTPYKIINU
MOJKET MPUBOIUTH HEIOJHOTA BHIOOPKH HM3y4aeMOn

TPYIIIBL. JTO MOXHO MOSICHUTH Ha CJEIYIOIIEM TIPH-
mepe (Puc. 7). llomyctum, ¢punorenns TakcoHoB A, B,
C, D, E E G, H u I usBectna (Puc. 7A). CkopocTtb
SBOJIIONMY B PA3HBIX JUHUSX OIMHAKOBA, TIO3TOMY
BCe TAaKCOHBI HAKOIWJIM PABHOE YUCJIO M3MEHEHUI
COCTOSIHWI TPU3HAKOB, HAauWHAas OT MOMeEHTa pac-
XOXkJIeHUsT OT o0mero mpeaka. Apabekue udpsl y
V3JI0B BETBJIEHWI MTOKA3BIBAIOT CUHAIOMOPGUU CO-
OTBETCTBYIOIUX Kjaj. Apabckue 1mudpbl y BEPIIUH
BeTBell TIOKa3bpiBalOT ayTamomopduu. CocTosHUS
7 1 13 ABJIAI0OTCS rOMOIUIA3USIMU [UJIS1 TAKCOHOB E u
I. Hecmotpst Ha 370, HasiM4yuMe cuHAoMopuu 4 1o-
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3BOJISIET B XOJle aHAIN3A C WCIIOJIh30BAaHUEM METOZa
MaKCUMAaJIbHOH MapCUMOHUY ITOJYYUTh IPABUIBHYIO
pexoHcTpyknuio. /lomyctum nanee, uto Takconst F, G
u H He y9acTBYIOT B PEKOHCTPYKINH (UM BHIMEDJIH,
He OCTaBUB CJIEIOB B IIAJIEOHTOIOTIYECKOH JIETOIIVICH;
WV COXPAHIJINCH, HO He M3y4deHbl). B aToM ciydae
COCTOSTHUE 4 HE MOKET GBITh PACIIO3HAHO KaK CHHATIO-
Mopdust, 1 Ha060pOT, COCTOSTHUS 7 U 13 TOKHBI GBITH
WHTEPIPETUPOBAHbl Kak cuHanoMopduu. B wurore
WCTOJTH30BaHIE METO/Ia MAKCHMATBHOM TApCUMOHUN
JIaCT HEeBEPHYI0 PEKOHCTPYKIMIO, IIPe/ICTaBIEHHYIO
Ha Puc. 7B, Ha xortopoii BetBu E u I mossisiorcs
KaK CeCTPUHCKUE TAaKCOHBI, XOTS OHU TAaKOBBIMU He
siystiorest. [Ipusnak 2 B muanu E untepnpetupyercst
Ha 3TOI PEKOHCTPYKIIMHU B KAyeCcTBE eIMHCTBEHHOM
roMoriasuu. [IpaBusbHast PEKOHCTPYKIUS JJIS TaK-
conoB A, B, C, D, E u I nokasana na Puc. 7C, u ona
He SBJseTCS Hambojlee MapCUMOHUAJIBHOM, TaK Kak
coziepskuT iBe roMmoruiazuu (7 u 13).

Hanuuve 3THX HEZOCTATKOB He TOBOPUT O TOM,
METO/IOM MAaKCHMAaJbHOH IIapCUMOHHUU He CJemyeT
TI0JIb30BaThCsl. Ero HEOoCTIOpMMBIM TOCTOMHCTBOM
SIBJISIETCSI TO, YTO OH OCHOBaH Ha MUHUMAJBHBIX JI0-
MYIEeHUSIX 0 3aKOHOMEPHOCTSIX HBOJIIOIHUY HCIOJIb-
3yeMBIX IIPU3HAKOB, M 3TO BAXKHO [JISI TEX CIIYYAEB,
KOT7Ia 3TY 3aKOHOMEPHOCTH HETOCTATOYHO N3YYEHHI.
ITOT TOAXOA TIPOMOJLKAET OCTABATHCS PabOUMM
WHCTPYMEHTOM COBDEMEHHOH (DUJIOT€HETUKH, OCO-
OEHHO B TeX CJIydYasX, KOIJa Peub MIET 00 aHaIh3e
MOP®hOIOTMYECKUX TIPU3HAKOB. ET0 CTOPOHHUKU
MIPOIOJIKAIOT Pa3pabaThIBATh TEOPETUYECKUE OCHO-
BbI MeToza (Farris 2008) u mucaTh HOBBIE IIpOTPaM-
MBI aHanm3a npusHakoB (Goloboff 2008), omnako
TIOJIb30BAThCSI METOZIOM MaKCUMAJIbHOM TAPCUMOHUY
(kak, BOpoYeM, U IPYTUMU TIOAXOJAMU) CJIEIYET C
OCTOPOKHOCTBIO, IMeSI B BU/LY €TI0 OTPAaHUYEHUSI.

METOJ MAKCUMAJIBHOI'O
MMPABAOIIOAOBUA

[IpuHIIMTIIATPHBIM TTPOPBIBOM B (DUIOTEHETHKE
crajsa pas3paboTKa BO BTOPOM mojioBuHe XX Beka
MeTola MakcumaiabHOro mpaspomono6us (Felsen-
stein 2004). CyTb 3TOr0 MeTOa MOXKET OBITH cHOp-
MyJIMpOBaHa cJjenyomuM o6pasom. Eciu mmeercs
nH(pOPMAIS O 3aKOHOMEPHOCTSIX 3BOJIOIMOHHBIX
npeoOpa3oBaHWii TPU3HAKOB (MHBIMH CJIOBAMHU,
ecau pa3paboTaHa MOJeb BOJIONWU TIPH3HAKA) U
U3BECTHO paclipefieJieHle COCTOSIHUN TIPU3HAKOB Y
U3y4yaeMbIX OPraHU3MOB, TO MOXXHO PacCUMTaTh Be-
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Puc. 8. [IpunImn pekoHCTPYKIUY (DUIOTEHUH C UCIIOI30BAHIEM
MeTO/Ia MAKCUMAJIbHOTO MPABAONOn00us (CM. OOBSCHEHNS B TEK-
cre).

Fig. 8. Principle of phylogeny reconstruction by using the method
of maximum likelihood (see explanations in the text).

POATHOCTHU PA3JIMYHBIX 3BOJIIOITMOHHBIX TpaeKTOpHﬁ,
KOTOpPBIe MOTJIM IIPUBECTH K COBPEMEHHBIM opMaM,
a 3aTeM BBIOPATh HarboIee BEPOSTHYIO U3 HUX.
Hampumep, 1i1st epeBa, COCTOSIIIETO MX TPEX TaK-
conoB (Puc. 8) , xapakTepu3yonmxcs Mpu3HaAKaMu
A, C u G, BeposITHOCTD HAOJIIOIEHUST IMEOIIUXCST CO-
CTOSTHUI PaBHA BEPOSITHOCTHU COYETAHUS OTAETHHBIX
HBOJIIOIIMOHHBIX COOBITHH, KOTOPbIE TIPUBENU K MIMe-
fomuMcst 1aHHBIM. CorylacHO TeopeMe YMHOMKEHUS
BEPOSITHOCTEH 9Ta BEJMYMHA PABHA IIPOU3BENEHUIO
BEPOATHOCTH TOTO, YTO B OCHOBAHUY JIEPEBA GBI TIPH-
3HAK X, yMHOKEHHO} Ha BEPOSITHOCTD TIePEX0/Ia MPH-
3HaKa X B IPU3HAK Y, YMHOXXEHHOI Ha BEPOSITHOCTD
mepexofia NMpU3HaKa x B MpusHak G, YMHOXeHHOU
Ha BEPOSITHOCTH NePEX0/ia TIPU3HAKA i B TIPU3HAK A
¥ YMHOKEHHOI Ha BEPOSITHOCTH MEPEXO0/Ia TIPU3HAKA
y B npusHak C. JTa BeJIMYMHA HA3bIBAETCS NIPABO-
mogo6ueM BOJIIOIIMOHHOM TUIIOTE3BI, U METOJ] MaK-
CHMAJIBHOTO TIPaBAONOAOOUST HUIIET TaKOE IEPEBO,
B KOHTEKCTE KOTOPOTO M B KOHTEKCTE MMEIOIIENCs
HBOJIIOIIMOHHON MOJIENIU TOy4eHre HabII0IaeMoro
pacrpezie/ieHus MPU3HAKOB HanboJiee BEPOSITHO.
TakuM 06pa3oM, MeTOJ] MAKCUMAJIBHOTO MPaBIO-
o006 He HYKAAETCA B TEOPETUYECKH HECOCTOSI-
TE€JIbHOM IIPDUHITUIIE IIapCHMMOHMWHN KaK B KPUTEPUHN
WCTUHHOCTYA (DUJIOTEHeTHYEeCKOH PEKOHCTPYKIIWU.
CoBeplrieHHO Ha MHBIX IPUHIINIIAX, Y€M B TPAIUIINOH-
HOU KJIAZINCTHKe, IIPOUCXOAUT U TIOCTPOEHHE JlepeBa:
BMECTO QaHAJIN3a CHHANOMOPGUIl IPOM3BOIUTCS
pacyeT BEpOSTHOCTEH DAa3JIUYHBIX 3BOJIIOIMOHHBIX
TpanchopMaIuii mpu3HakoB. IIpenMyIiecTBO 3TOTO
TIOZIXO/Ia COCTOUT B BO3MOKHOCTH HCIIOJIb30BAHUS JIJIST
PEKOHCTPYKIMYU (DUIOTEHUH JIOOBIX TOMOJOTUYHBIX
TIPU3HAKOB: HE TOJIBKO CHTHATIOMOP()WUii, HO U ITPOCTHIX
armoMopduii 1 TiesnoMopduii. Tak, BaKHAs COCTaB-
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JISTEOTIAsT 9TOTO METO/A TP PabOTe C MOJIEKYIISIPHBIMIU
TIPU3HAKAMU — 5TO Y4YeT TaK Ha3bIBAEMbIX NHBAPHAHT-
HBIX, T.€. KOHCTAaHTHBIX CAaliTOB, KOTOPBIE IIPEICTABIIS-
10T CO00#1 HE YTO WHOE, KaK TIE3NOMOPGhUH.

MeTon MaKCHMAJIBHOTO MPABAOIOIOOHUST Ta€T KO-
JIMYECTBEHHYIO WHGOPMAIU0 00 aHAT€HETUYECKOH
COCTABJISIONIEN SBOJIOIIY B BU/IE TUCTAHITUN MEKIY
y3JIaMH BETBJIEHWI{, UTO KJIACCUYECKAsT KJIAIMCTUKA
o XeHHUTY /lake He MbITAETCS AeIaTh, a TeKKeJIeB-
cKast (PUIIOTEHETUKA IeTaeT OYeHb TPUOIU3UTETBHO.
Kpowme Toro, or ropaszo adgdekTuBHEE, YEM METOIHI,
OCHOBaHHBIE Ha IAPCHUMOHUU, BBISIBJISET PETUKY-
JIOTEHE3 — CJIyYad WHTPOTPECCUU W TUOPUAU3AIINN.
Hakonen, xoTst u He abCOMIOTHO WMMYHEH, 3TOT
MeTO/ Ha TOPSIIOK MeHee UyBCTBHUTEJEH K apdeKTy
MIPUTSIKEHUS IJTUHHBIX BETBEM.

Pazmiaust Mex ity 6oJiee TPaIUIIMOHHBIM, OCHOBAH-
HBIM Ha TTAPCUMOHWH, 1 COBPEMEHHBIMHU, OCHOBAHHBIM
Ha BEPOSITHOCTSIX, IIOXOZIAMHU COCTOSIT He TOJIBKO B
MPUHIUIIAX, HO U B KOHKPETHBIX O0COOEHHOCTSIX pa-
GOTBI U JIasKe B TEPMUHOJIOTUM. [lJIs1 TPAAUIHOHHOTO
KJIQINCTA TIOMCK CHHANOMODP()UIi, BBISBIEHIE MOHO-
dbusu u 6os13HB TapadUINU — CYIIECTBEHHAS YaCTh
METO/IOJIOTUH, YacTh €ro paboThl. [T COBpEMEHHBIX
BEPOSITHOCTHBIX METOZIOB 3TO HE TaK BAKHO. JTHU Me-
TOIBI He HYXXJAIOTCSI B MOHATUSIX «CHHAIOMOD(DIS»,
<«MOHODWIHSI> U «HapadUIns», XOTSI TEPMHUHBI, 000-
3HAYAIOIINE ITU TIOHSTHS, MOTYT OBITh TIOJIE3HBI TIPH
0OCYKIEHNHN YK€ TIOIYUYEHHBIX PE3YIBTATOB.

B kagecTBe HemocTaTka MeTOMa MAKCHMAJBHOTO
MPaBAOMIONOOUS MOXHO DPacCMATPUBATh 3aBUCH-
MOCTh TIOJIyYaE€MbIX PEKOHCTPYKIMHA OT BBHIGOPa
MOJIeJIU 9BOJIONMU Tpu3Haka. K cyacTeio, aToT
MOJIXO]] YCTOMYMB JAaxe K CYHIECTBEHHBIM OTKJIO-
HEHUSAM BBIOUPAEMBIX MOJENEeH OT ONTHMAIBHBIX
(Felsenstein 2004), omHako BHIOOD MPUHIUITHATIBHO
HEIIPaBUJIBHON MOJIENN 3BOIONUY MOXET IIPUBECTU
K cepbe3HbM ommbOkaM. [109TOMy CpaBHUTETBHBIN
aHa/IN3 TPU3HAKOB (B TOM YMCJEe MOJEKYJSIPHBIX)
C IIeJIBIO BBISBJIEHUSI UX COOTBETCTBUS BBIOPAHHBIM
MOJIEJISIM SIBJISIETCST 60Jiee BayKHOW YacThIO aHAJIN3a,
yeM (popMasIbHBIH Ipoliece MOMy4YeHUsI lepeBa C II0-
MOIIIBIO TOM WM WHON KOMIIBIOTEPHOM ITPOTPaMMBI.

BAMECOBA ®UJIOTEHETUKA
(BAYESIAN INFERENCE)

IIpy U3y4eHnu MHOTHMX BEPOATHOCTHBIX IIPOIIEC-
COB 4acCTO OBIBAET TaK, YTO IIOJyYEHHBIX HabJoze-
HUM HeIOCTATOYHO JJIS1 BBIABJIEHUS CTATUCTUYECKU
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3HAYMMBIX 3aKJIIOUEHMI O BEPOSITHOCTSIX, & B TO Ke
BpeMsI IIPOIECCHI 3TOTO POfia y’Ke paHee KeM-TO M3-
YYaJIHCh, M MBI YTO-TO O HUX 3HaeM. VIHaue roBops, y
HAC eCTh KaKue-TO UJeH, HEKOTOPHIE IPEIBAPUTEID-
HbIe TUTIOTe3H! (Priors) B OTHOIIEHUY BEPOSITHOCTEN
M3y4aeMBIX TIPOIECCOB. B pabore yueHOro sTa CH-
Tyalusl SBJISIETCS YPE3BBIYAHO OOBIYHOM, Tak Kak
(hakTOB TOYTH HUKOT/IA He GBIBAET CJAMIIKOM MHOTO, 2
paboTaTth ¢ COBCEM HEM3YYEHHBIMU SIBICHUSMHU TIPH-
XOJIUTCSI PENKO.

B takoii cutyanym i1t pacueTta BepOsITHOCTEH Tie-
JIecoo6pasHO WMCIOJIb30BaTh BaiiecoBy CTaTUCTHKY,
KOTOpasi TTO3BOJISIET KOMOMHUPOBATh WH(MOPMAIIHIO,
U3BJIEKAEMYIO U3 TIPEBAPUTENbHBIX TUTIOTE3, C UH-
(dbopmarnmeii, moIy4aeMyIo U3 OIbITOB (HaboAeHui ),
1T pacyeTa TaK Ha3bIBAEMBIX IIOCTEPUOPHBIX BEPO-
SITHOCTEM, T.e. allPUOPHBIX BEPOSTHOCTEH, CKOPPEK-
THPOBAHHBIX C YYETOM IIPOBEJIEHHBIX SMIIMPUIECKUX
WCIBITAHWI. 3aTeM 9TU TIOCTEPUOPHBIE BEPOSITHOCTU
MO>KHO ¥ HY>KHO HCIIOJTH30BAaTh [JIsI OI[eHKY 3HAYM-
MOCTH TECTUPYEMBIX THITOTES.

Takum obpasoM, BailecoBa cratmcruka I03BO-
nsiet Gosiee 3PGHEKTUBHO HAXOIWTh BEPOSITHOCTU B
VCJIOBUSIX HeZocTaTKka uHGpopMmanuu. B mpunImie
MeToz Baiieca MOJKHO IPUMEHSIT U B T€X CUTYAIHSIX,
KOT/ZIa KOHKPETHBIE TIPEBAPUTEIbHBIE TUIIOTEIBI OT-
CYTCTBYIOT. B 3THX CiIydasx BO3MOKHO (¥ 4acTO 3TO
OBIBAET TI0JIE3HO) UCTIOIB30BaHUE HECTIEIM(DUIECKUX
aIPUOPHBIX BEPOSITHOCTEM, KOTOPBIE MPEATIOIATAIOT,
YTO PasHbIE COCTOSTHUS N3yJaeMbIX IIApaMeTPOB O/IH-
HaKOBO BO3MOKHBI. OTHAKO 3TOT METOJ CTAHOBUTCS
ropaszo 6osiee 3 GHEKTUBHBIM, €CJIM UCIIOIb3yEMBIE
alpPUOPHBIE TUIIOTE3Bl CIENM(PUYHbI U TIO3BOJISIOT
oTceub Te 3HAYEHHUs, KOTOpble HEBO3MOXKHBI WU
MAaJIOBEPOSITHBI.

BaitecoB moxmxox B ¢uyioreHeTHKE 3aHUMAETCS
TIOMCKOM JIEPEBBEB C HAMOOJBINMM YPOBHEM MpaB-
nomnonobust (M B 9TOM OTHOINEHUH TIOXO0XK Ha METOJ
MaKCHMAJIbHOTO MPABIOMOA00OHS ), OMHAKO JIJISI Pac-
yeTa BepPOSITHOCTEN WHCIONb3yeT bailecoBy cratu-
cruky (Ronquist, Huelsenbeck 2003), uto xaer psix
TIPEUMYIIECTB:

1) ucnosb3oBaHUE MPEIBAPUTENBHBIX THUIIOTE3 B
¢unorenetnke (haKTUYECKU O3HAYAET MPUMEHEHUE
CUCTEMBI 3alIPETOB U OTPAHWYEHUIl Ha OIpeNeseH-
HbIe TOTIOJIOTHH JlepeBa 1/UJH OIpefieJIeHHbIe Iiepe-
XO/IbI IPU3HAKOB M3 OJTHOTO COCTOSTHUS B IPYTroe. JTO
MOTEHIINATBHO JI€JIaeT 3TOT METOJ 6ojiee MOIIHBIM,
YeM METOJI MaKCHMAJBbHOTO MPAaBAOIMONOOUS B €ro
KJIaCCUYECKOM BUIE;
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2) B Merozme baiteca HampsiMyio IIpoBepsieTCs,
B KaKOH CTeleHW ToJay4yaeMasi (pUIOTEHETUYeCKast
TUTIOTE32 COOTBETCTBYET SMIUPUYECKUM JIAHHBIM,
T.e. paclpefieJIeHUIO NMPU3HAKOB. B KauecTBe Meph
COOTBETCTBHSI BBICTYIIAET TIOCTEPUOPHAS BEPOSIT-
HOCTb ITAPaMETPOB MOIyYaeMBIX JIepeBbeB. B MeToze
MaKCHMAJIbHOTO  IIPAaBIOIOAOOMS  COOTBETCTBHUE
JlepeBa TAHHBIM HATIPSIMYIO He TECTUPYETCS, BMECTO
9TOTO BBIOMPAETCS JIEPEBO, KOTOPOE MAKCUMU3UPYET
CTeIleHb COOTBETCTBUs HaOIIONAeMbIX IIPU3HAKOB
BBIOPAHHOM MOJIEIN UX 9BOJIIOLUMY;

3) B pe3yJsbrare aHaIM3a TOSBJSIETCS HE OIHO
JIEPEBO, KaK B METO/IE MAKCUMAJIBHOTO TIPAB/IOTIOZO-
6us1, a Habop Hamboee MPaBIOIOL00OHBIX IEPEBbEB,
CpaBHEHUE KOTOPBIX TI03BOJISIET KOJTMYECTBEHHO OI1e-
HUBaTh YPOBEHb HEOIPENESEHHOCTH MOJYIaeMBIX
TOIIOJIOTUH U JIJINH BETBEM.

[loTennmanpbHBIM HeOCTaTKOM baiiecoBa moaxo-
Jla TI0 CPaBHEHHIO C METOIOM MaKCUMAJIbHOTO ITPaB-
ZIOIOZOOUS B €r0 KJIACCMYECKOM BUJE SABJSETCS TO,
YTO WCITOJIb30BAHKE JOMOJHUTEIbHON MH(MOPMAIUU
B BUJE IIPeBAPUTEIbHBIX THIIOTE3 MOXKET OBITh KaK
IUTIOCOM, TaK U MUHycoM. Tak, BBIOOD IIPMHIMITH-
aJIbHO HENPABUJIBHBIX ANPUOPHBIX PpacIpeieeHui
MOXKET YXYyIIIaTh pe3yJabTarTbl aHamu3a. OmHAKO
BaXHO OTMETHUTh, YTO HPABUJIBHOCTb 3TOTO BBIOOpA
JIOCTATOYHO JIETKO KOHTPOJIUPOBATh, CDABHUBAS 3HA-
YeHUs [IPaBAOIONOOUN IE€PEBLEB, ACCOIMMUPOBAHHBIX
C PasHbIMM TIPEIBAPUTEIBHBIMU PaCIIPENETEHUSMU.
B mesmom meton bBaiteca ciemyeT mpu3HATH OIHUM
u3 Hanbosee d9(PPEKTUBHBIX IIOAXON0B K DPEIIEHHUIO
(punoreneTUECKUX 3aM4.

METO/1bl, OCHOBAHHBIE HA AHAJIN3E
TEHETNYECKUX INCTAHIINN

JTa TpyMIa BKJIIOYAET [Ba JOCTATOYHO Pa3HBIX
MeTO/Ia, HA3bIBAEMBIX TUCTAHTHBIMU U IIPUMEHSIEMBIX
TOJIBKO B «MOJIEKYJIIPHOMY dunoreHeTnke. OquH n3
Hux ocuosad Ha JJHK—-/IHK rubpuansanum, mo3so-
JISIOTIEN YCTAaHOBUTD CTETEHb TOTATHHOTO CXOZICTBA
CPaBHUBaeMbIX T€HOMOB (B IIPOILIEHTAX) W HCIIOJb-
30BaTh IOJy4YeHHbIE BEJUIUHBI [7IsT PEKOHCTPYKIIUU
¢unorenezoB. OH MMeeT JBa HEYCTPAHUMBIX HEIO-
cTatka. Bo-mepBBIX, OH sBJseTCSI (HeHETUIeCKUM
METOZIOM W HeceT ¢ Co0O# TIJIaBHY MpPobIeMy
(beneTHKH, KOTOPAst COCTOUT B TOM, YTO HOCJTETHSS
HaIpaBJIeHa Ha BBISIBIEHNE CXOJICTBA, 4 He POJICTBA.

Bo-BTOpBIX, (heHOMEH Tak HaszbiBaemoro C-mapa-
nokca (KpaiiHe HEpPaBHOMEDHOTO HAKOILJIEHUS He-

B.A. JIyxranoB

KOAVWPYIOIIUX HYKJIEOTHIHBIX IIOBTOPOB IaXe Y
6muskux BugoB) (Gregory 2001) mpuBOAUT K TOMY,
4yTO (UJIOTeHETUYeCKass WHTEPIPETANs 3HAYEHWH
00IIET0 TEHETUYECKOTO CXO/CTBA, KaK TPABUIIO, 3a-
TPYZAHUTENbHA. XOTS B OTAENBHBIX CJIYyYasix ITOT
METO/I TO3BOJISIET TIOJIYYUTh OY€HDb KPACHUBbIE PE3YJIb-
tatsl (Caccone and Powell 1989), 510 ckopee nckio-
YyeHue, 9YeM paBuJo, u ¢ Hayaita 90-x ronoB XX B. oH
B (OUJIOTEHETUKE TIPAKTUIECKU HE MCIIOJIb3YETCSI.

[lpyroii MeTom OCHOBAaH Ha TOM, YTO MATPHUIIBI
IVUCKPETHBIX MOJIEKYJISIPHBIX TPU3HAKOB TPe0s-
pas3yioTcs B reHeTHUYeCcKue auctannuu. [locTpoenue
ZlepeBbEB 3aTEM IPOU3BOIMTCS HA OCHOBAHWU aHa-
JIU3a TIOJIyYEeHHBIX AUCTAHINMN, a He TIPU3HAKOB Kak
TaKOBBIX. [IpUHITUNMAIBHBIM HEIOCTATKOM 3TOTO
TIO/IX0/Ia SIBJISIETCS TO, YTO MPU TIPeoOPasoBaHMHM AUC-
KPETHBIX IIPU3HAKOB B AUCTAHIIUU IIPOUCXOJAT HC-
ye3HOBEHNe MHANBUAYATbHOCTH KaKIOTO IPU3HAKA
U TIoTeps pusiorenernyeckoi nudopmaiuu. OaHAKO
B ormuue ot JHK—/ITHK rubpuausanvu MeTos He
siBystercst uncto ¢enernyeckum (Page and Holmes
1989). [TockosbKy TIpDM pacyeTe reHeTUYECKUX JIHC-
TaHIWH UCTIOJIB3YIOT MOJIETTN MOJIEKYJISIPHOM 9BOJIIO-
nuu (Te JKe caMble, YTO IIPUMEHSIIOTCS TIPY aHaJIn3e
C TIOMOIIHIO METO]A MAKCUMATIBHOTO IPaBIOIIOI00MS
u MeTtona bBaiieca), B uTore mMoIydaoT Tak Ha3bIBae-
MbIe CKODPEKTHPOBAHHbIE TeHETHYECKUE IUCTAHIINY,
KOTOPBIE HECYT JOBOJIBHO BBICOKWI (PIIOTEHETIYE-
ckwmit curHan (Felsenstein 2004).

[Togxompl, OCHOBaHHBIE Ha pacyeTe AWCTAHIINM,
GBI OY€HD TOIYJISIPHBL B 90-€ TOIBI POIILIIOTO BEKA,
MTOCKOJIBKY TIPOTPaMMbI, OCHOBAHHBIE HA aJITOPUTMaX
STUX METOJOB, OTIMYaloTcs ObicTpozeiicTBueM. Co-
OTBETCTBEHHO OHU He TPeOGOBATEIbHBI K MOUIHOCTH
KOMIIbIOTEPOB. B HacTosiiee BpeMsi WX 3HAYeHUE
CUJIbHO YMEHBIIUJIOCh, OHAKO OHU IO CUX TOP ZI0-
CTaTOYHO IMPOKO MIPUMEHSIOTCS, 0COOEHHO TaM, TIe
TpeOOBAHUSA K KaueCTBY aHaJM3a He OYEHb BBICOKHE,
a MaTPUIII TIPU3HAKOB YPE3BHIUANHO BEJTUKH.

3AKJIIOYEHME: ENIIE PA3
O MOJEJIAX 93BOJIIOIINHN

CpaBHUBasl IlepeyuCIeHHBIE BBIIIE METOIH,
HY>KHO OTMETHUTH, UYTO BCE OHU OCHOBHIBAIOTCSI HA
MOJIEJISIX 9BOJIIOIIH IPU3HAKOB, XOTSI COIEPKaHNe U
(bopma aTHX Mojieselt CUIBHO pasandaoTcs. Moxenn
SBOJIIOINH, KOTOPBIE B HESIBHOM BHJI€ BO3HUKAIOT B
TOJIOBaX 3BOJIOIMOHHBIX (DIIOTEHETKOB HA OCHO-
BAaHUU U3YYEHUST MOP(DOIOTUUECKUX PSIOB, MOTYT
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OBITH OYEHD Ca0KHBIMU. Kak 1mpaBuito, pusorenern-
KU-TPAIAUIIMOHATUCTHI — 9TO 300JI0TU WU GOTAaHUKH,
BEJIMKOJIEITHO 3HAIOIIVE CBOU TPYIIIIBI, M BCE HIOAHCHI
STOTO 3HAHUS OHWM YYUTHIBAIOT TIpM pa3paboTke
(unorenuii. bema ToabKO B TOM, YTO 3TH MOZIENIN TaK
M OCTAIOTCSI B TOJIOBE, 2 He Ha GyMare, ¥ B 9TOM HET
HUYETO YAUBUTEJIBHOTO: IBHOE BBIpasKeHUEe MoJlesiel
9BOJIIONIUAY TIPH3HAKOB B BUJIE CJIOB 1 TeM Oostee (hop-
MYJI — [IeJI0 OYeHb HETPUBUAIBHOE.

Knaaucrel, ucmosb3yionue MeTONOJIOTHI0 Tiap-
CIMOHWY, BIAJAlOT B APYTYI0 KPAaWHOCTH: CXeMa
9BOJIIOIAY, KOTOPYIO OHU IIPUMEHSIIOT, OCHOBaHA Ha
TIPEATIONIOKEHUN O CTPOTO JUXOTOMUYECKON IIBEp-
TeHIIMY TaKCOHOB M MOJeNX 9KOHOMHOH 3BOJIONUN
npusHakoB. O4eBUIHO, YTO 3TA CXeMa CIUIIKOM IIPO-
cTa JIUIst TOTO, YTOGBI OBITH YHUBEPCATBHOW. Moziemnn
9BOJIIOIAN, KOTOPYIO WCIOJB3YIOT (DUIOTEHETUKH,
WCTIOBEAYIONINE PYYHOU KJIAN3M TI0 XEeHHUTY, TI0 He-
06XOIMMOCTH TAKKe UPE3MEPHO YIIPOIIEHA U OTIMCHI-
BaeTCs CXeMOM, COTJIACHO KOTOPOH CTPOTO AMXOTOMU-
YecKast AUBEPTEHITNS COIIPOBOKAAETCSI HAKOILTIEHUEM
cuHamoMopuii, TIPU 3TOM TPEAIOJNATAETCS, YTO
CHHATTOMOPGUY BO3HUKAIOT Yallle, YeM TOMOILTA3HL.

CoBpeMeHHBI€e TO/IX0IbI, OCHOBAaHHBIX HA METOAX
MaKCHUMaJIbHOTO ITpaBgonogobus u Baiieca, B kakom-
TO OTHOIIIEHWY SIBJISTFOTCS 30JI0TOU CEPETUHON MEXKTY
WHTYUTUBHOM Te€KKEJIEeBCKON (PUIIOTEHETUKON U Tpa-
IVIIMOHHBIM MapCUMOHUAIBHBIM KiaaamsMoM. OHu
HCIIOIB3YIOT TaK¥e MOJIEN 3BOJIOIUH, KOTopbIe (1)
IOCTATOYHO a/IeKBATHO ONMCHIBAIOT 3aKOHOMEPHOCTHU
9BOJIIOIIMOHHBIX TpaHcopMaIiii Mpu3HaKoB, (2)
MOTYT OBITh SKCIUIMIIUTHO OMUCAHBI ¥ (HOPMaIn30-
BaHBI B BUJIe AJITOPUTMOB U ¢dopmy, u (3) 1o BO3-
MOKHOCTH TIPOCTBI (HO He Ype3MEePHO YIIPOIIEHBI),
YTO T03BOJISIET UX IPAKTUYeCKOe WCIOJIb30BAHUE B
unorenetuke. K HacTosimeMy MOMEHTY BpeMeHU
B Jlesie pa3paboTKy MOJiesiedl 9BOJIONMY TIPU3HAKOB
MOJIEKYJISIPHBIE GUOJIOTH TTPOABUHYJINCH 3HAUNTENb-
HO JaJibliie, 4eM MOPGOJIOTH, [0 TOW TIPHYUHE, YTO
3aKOHOMEPHOCTU MOJIEKYJISIPHOIN 3BOJIIOIMY IIPOIIIE
usy4arb. Kpome TOro, Mozmenu MOJIEKYJISIPHOM 3BO-
JIIOTIMHY JIETKO (POPMATIM3YIOTCSI, OHUM XOPOIIO U3yJe-
HBI TEOPETUYECKH, & UX COOTBETCTBHE PEATbHOCTU
TIPOBEPEHO HA OrPOMHOM (haKTUUECKOM MaTepuae
(Page and Holmes 1998; Felsenstein 2004). Koukpert-
HBIE TIapaMeTPhl 3TUX MojeJiel, HeoOXOAUMbIE ISt
ocTpoeHust (GDUJIOTEHMH, JIETKO PACCUUTHIBAIOTCS HA
OCHOBaHWY CPaBHEHUS YaCTOT HYKJIEOTUAHBIX 3aMeH
pa3HoOTrO TUMA y u3y4aeMbix opranusmos. Ilo stoit
MIPUYUHE METOJ] MAKCMMAJBHOTO TIPABAOMOA00Us U

51

meto/i Baifeca moka MUPOKO MPUMEHSIIOTCST TOJbKO
IUIsI aHAJIM3a MOJIEKYJISIDHBIX TPU3HAKOB. OIHAKO
9Ta CUTYyaIlMsi, BEPOSITHO, BPEMEHHAs, U TIEPBBIE TI0-
MBITKA KMCIIOJIb30BAHMS TPU3HAKOB MOPMOJIOTHY B
paMKax COBPEMEHHBIX IMTaPAMETPUIECKUX METOIOB
¢unoreneTnyeckoro ananusa yxe cuenanbl (Lewis
2001; Ronquist and Huelsenbeck 2003; Nylander et
al. 2004; Ronquist 2004; Miiller and Reisz 2006).

B 3akirouenvie cienyet erie pa3 OTMETUTD, UTO
HU OJIMH W3 METOIOB (PUJIOTEHETUUECKOTO aHaIN3a
He SIBJISIETCS] UI€ATTbHbIM, OTHAKO TIPEMMYIIECTBA U
HEZOCTATKU PasHBIX IOAXOJ0B He coBmazaioT. He-
VAUBUTENBHO [TOITOMY, YTO MHOTHE (DUIOTEHETHKH,
0COOEHHO HCCJIEOBATEIM, PadOTAIOINIe C MOJIEKY-
JISIPHBIMY [IPU3HAKAMM, UCIIOJIb3YIOT JJIS IOy YE€HUS
PEKOHCTPYKIIMIT ~ COBPEMEHHYIO  <«KJACCHYECKYIO
TpHALy» METOIOB — IAPCUMOHMUIO, IIPaBAOIOA00KE 1
baitecos ananu3. Kak npaBuiio, aT¥ Tp METO/Ia ATOT
OUYeHb MTOX0XKHe PUIOTEHETUIECKIE PEKOHCTPYKIIUH.
B T0 ke BpeMsI oIy ueH e O/IePKAHHBIX CTATHCTH-
YeCKHMMHU TECTaMU, HO HECOBIIAJAIONINX PE3YJIHTaTOB
CBUJIETEIBCTBYET O HATMYNY CUCTEMATHYECKIX OIIIH-
OOK TIpH IIPOBEAIECHUH aHAJIM30B, ¥ 5TO IA€T UMILYJIbC
TSI AJTbHEHIITIX MCCIIeTOBAHI TPU3HAKOB U MOJIE-
Jielt uX 9BOJIOIUMN.
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PE3IOME

Kparko usnosxena crenuduka Mopho-GuoI0rnIecKoro HAPaBIeHus B MOP(OIOTHH, TIPEIMETOM KOTOPOTO SIBJISI-
10Tcst MOpGOJIOTHYECKHE AIATITAINH, IIyTH UX CTAHOBJIEHUS U CMeHbL. B (uroreHeTnuecKkux UCCIeI0BAHUSIX 3TOT
moxo/, HauboJiee MIOAOTBOPEH TP M3YYEHUH, IPEXKIE BCETO, afANTUBHON M aHATEHETHYECKON COCTABJISIONINX
¢dumnorenesa. O6CYKAAOTCA €T0 BOBMOKHOCTU U OTPAHUYEHUS B PEKOHCTPYKIIMU TE€HEATOTUYECKUX OTHONIECHUM
TPYIII OPraHu3MOB. V3/105keHbI OCHOBHBIE METO/[0JIOTHYECKYE TIPUHITHITBI TAKUX ITOCTPOeHui. PaccMoTpeHs! 3Ha-
YUMOCTH BHIOOPA IPUSHAKOB, IPOIIE/yPa AHAIN3a U APTYMEHTAIUS B IPUHSATUN PENICHUI O TIPUPOJIE CXO/CTRA.
Kmouessle cioBa: pekoHCTpYKIUS GUIoreHesa, afanrarenes, cemodusues Mopho-QyHKINOHATBHBIX CUCTEM, IIPH-
3HaK B (OUIIOTEHETHKE.

MORPHO-BIOLOGICALAPPROACHIN PHYLOGENETICS (POSSIBILITIES AND LIMITATIONS)
E.G. Potapova

A.N. Severtsov Institute of Ecology and Evolution Russian Academy of Sciences, Leninskii pr., 33, 119071, Moscow, Russia;
e-mail: lena-potapova@yandex. ru

ABSTRACT

Specifics of morpho-biological approach in morphology is briefly outlined. Its subject is defined as analysis of
morphological adaptations including their formation and changes. In the phylogenetic studies, this approach is
most fruitful in the study of, above all, adaptive and anagenetic components of phylogenesis. Possibilities and limi-
tations of this approach in the reconstruction of genealogical relationships of organisms are also discussed. The basic
methodological principles, of phylogenetic reconstructions of the morphological and functional systems are set out.
Significance of the characters choice, the procedure of analysis and reasoning in making decisions about the nature
of similarity are discussed.

Key words: phylogenetic reconstruction, adaptogenesis, semophylesis of morpho-functional systems, character in
phylogenetics
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BBEJAEHME

KmoueBble moHsaTHS (PUIOTEHETHKH

Ilenp namHOi mMyGaMKAIMKM — OGCYAUTH BO3BMOXK-
HOCTH OJIHOTO U3 Pa3nesioB MOPGOJIOTruH, Hampas-
JIEHHOTO Ha M3y4YeHWe aJIalnTaluii, B PelleHny 33124
dunorenerrky. OUoreHeTUKA EPEKIBAIA B3IEThI
U TIaJIeHus], ee TeJU U 3a/1a4i PACIIUPSIINCh U CY-
JKaJIMCh, MEHAIACh KOHIIENTyaabHasA 6a3a U METOIbI
uccnenosanus (063op: Masnuuos 2005)!. TToaTomy
TPEsKIe YeM EPEUTH K PACCMOTPEHUIO CYIIECTBA BO-
POCa, CYMTAIO0 BAXKHBIM KPATKO OXaPAaKTEPU30BAThH
OCHOBHBIE TIOJIOKEHUS U TIOHSTUSI (DUTIOTEHETUKH.

IIpenmeroM  wmccienoBanus  (GUIOTEHETUKU
sIByIsieTCsl punozenes, mo ecmv UCMopuUecKoe pas-
sumue KOHKPEMHIX ZpYNn 0peanuamos, B pe3yJsIsTaTe
KOTOPOTO CKJIA/[BIBAETCS MX OTIPEIETIEHHBIM 00Pa3oM
CTPYKTYPUPOBaHHOE PasHooOpasue — (HUIOTEHeTH-
yeckuil marrepu (Eldredge, Cracraft 1980; ITasiu-
HoB 2005). I1o GosbImoMy cueTy (pUIoreHeTHKA IIPH-
3BaHa OOBSICHUTD C UCTOPUIECKUX TIO3UIIUAH TIPOIIECC
(bOpMHUPOBaHUS HTOTO Pa3HOOGPASHISL.

QDuoreHeTHKa TecHEHMUM 006pa3oM CBsI3aHA
C CUCTEMATHKOW, TPHYEM B HMCTOPUYECKOM ILIAHE
cHCTeMaTUKa TIpefiiecTByeT ¢umorenetnke. Ho u
Ha MPAKTUKE, BBIOOD TPYIIIBI, €€ MPeIoiaraeMbiii
COCTAaB M Jake MPEACTaBJIeHNss 00 OTHOIIEHWSIX
C JADYTMMHU TDYIIaMU MPEABAPSIOT (DUIOTEHETH-
YecKui aHanu3. B CBOIO oOYepenp, C MOSIBIEHUEM
(bunoreHeTHKN pacIupsieTcs] ¥ BUIOM3MEHSIETCS
KOHIIENTyaJlbHasi 6a3a U CTPYKTypa CHCTEMATUKH,
BBIIBUTAETCs TPeOOBaHUE COIJIACOBAHHOCTH (MU
naxe n3oMopdusma) cucTeMbl U PUIOTEHUH.

WcxomHo TepMuH «(puUIoOreHe3» 0603HAYAT
«ucropuio muporBopenusi> (Haeckel 1866) wmu
«IJIEMEHHOE Pa3BUTHE (POPM OPTAaHU3MOB Ha 3eMJies
(Haeckel 1894, nepesox: Texkenp 1908). ITo mepe
PasBUTHSI IBOJIIOIMOHHBIX IIPE/CTABIEHMI, 3HaYe-
HU€ TEPMUHA HECKOJIBKO BUOU3MEHSIIOCH U TO Pac-
HIUPSITIOCH, TO CY>KAJIOCh.

Knaccuueckasi ¢uroreHeTriKa OCHOBBIBAJIACH HA
KOHIIETIUY AIAIITUBHOM 3BOJIONMKA U OIHMPATIACH

E.T'. IToranosa

Ha IMIUPOKYIO TPAKTOBKY (uyioreHe3a, Kak Ipoliecca
HWCTOPUYECKOTO PA3BUTHUS TPYII OPTraHU3MOB BO
BCEM MHOTrOOGDasHU €ro IPOSBICHUH, BKIIOYAs IIO-
CJIEZIOBATEIbHOCTh BO3HUKHOBEHWSI HOBBIX TPYIIII,
(hEeHOMEHOIOTHIO ¥ 3AKOHOMEPHOCTH 9BOJTIOIIMOHHBIX
VU3MEHEHU! CBOMCTB 3THUX TPYIIIL, U JaXKe MEXaHU3MBI,
MIPUYUHHO-CJIE/ICTBEHHBIE CBS3U U IBUKYIIHE (PaKTO-
PBIaTOTO IIpoIiecca. MojiepHUCTCKAsT (DUIOTEHETHKA —
KJIaIu3M, <HOBasI (DUIOTeHEeTHKAy (=<«MOJIeKyIsIpHasT
(pusmoreHeTrKa») Ha0OOPOT, CYIIECTBEHHO Cy3HJIa
moHsATHEe (UIOTEHe3a, TTOJHOCTHIO OTKA3ABIIUCH OT
PaCCMOTPEHHUS €T0 COIEPKATETTHHOIN CTOPOHBIL.

B momsatun dunorenesa, kak BCSIKOTO HCTOPU-
YECKOTO IPOIeCcca, 3aJI0KeHa OIpelesieHHasT TBOM-
cTBeHHOCTh. (DuitoreHes MOJKHO PacCMaTpUBaTh, C
OJIHOW CTOPOHBI, C TOYKH 3PEHHS NOCLe08AMENb-
HOCMU COCTABJIAIONINX €TI0 co6bimuil, ¢ IPYroi — ¢
MO3UTINH M3MEHEHUH €r0 CYITHOCTHBIX XapaKTepu-
CTHUK, BBIPAKAIOIINXCS B USMEHEHUU CBOUCME Zpynn
OpraHW3MOB. DTH [[Ba acleKTa (QUIOTeHe3a COOTBET-
CTBYIOT /IBYyM €TI0 COCTaBJISIONIUM: 2eHeanozutecKoll
(xknadozenemuueckoli) v anazenemuueckoy (B MIMPO-
KOI TPaKTOBKe TEPMWUHA — CM., HampuMep, IleceHko
1989), unu B MHOI WHTEPIIPETAINN: KJIA002eHE3Y 1
cemozenesy (cM. moapoOuee ITaBauros 2005).

N3meHenus: cBOICTB?, MPOUCXOISNINE B XO€e
(dbunoreHesa, B CBOI0 0Yepelib, TOKE MOLYT OBITh
OIIEHEHBI IBOSIKO: C TOUKY 3PEHUS USMEHEHUSL YPOBHS
Op2aru3ayuUU Vi NIAHA CMPOEHUs. BXOASIINUX B TPYIIITY
OpraHu3MOB (COOCTBEHHO AHAZEHEMUHECKAS COCTAB-
Jistromast (puoreHesa), ¥ ¢ TOYKU 3PEHUST USMEHEHUS
npucnocobrennocmu (adanmueénas COCTaBJIAIONIAS
(unorenesa). AT COCTABIAONINE OTPAKAOT IBA
Pa3HBIX aCNEKTa IPOSBIEHUS U, COOTBETCTBEHHO, 1BA
Pa3HBIX aCIeKTa PACCMOTPEHUS (DUIOTEHETUIECKOTO
U3MEHEHUsI CBOMCTB. 9TI/I KOMIIOHEHTbI B3aNMOCBSI-
3aHBI, HO MEXIYy HUMU HET B3aMMHO-OHO3HAYHOTO
cooTBeTCcTBUs. Hampumep, MOBBITIEHUE aaNTUBHO-
CTH MOJKET IMIPOMCXOUTH B PAMKAX OJIHOTO U TOTO K€
VPOBHSI OPTaHU3AIUU WU MOXET COIPOBOXKIATHCS
€T'0 IIOBBbIIIIEHUEM UJIN IIOHMXXECHUEM U, HaO60pOT.

Anazenemuyeckas cocmagnaouas GdUIoreHesa
OTpakaeT U3MEHEHHEe CTPYKTYPHOTO pPasHOOOpasus

!B craThe s HAMEPEHO OTKA3aJach OT OOUIMPHBIX CCHUIOK K TOJIOXKEHWsIM 00iero mopsiaka. Onperesnenne psijia MOH-
THH, ¢ HeOOXOIUMbIMY YTOYHEHUSIMY ¥ PA3bsICHEHUSIMY, a TaKyKe NCTOPUYECKIE CIIPABKY OCHOBAHbI Ha 0030pHOM paboTe

N 4. TlaBauroBa (2005).

’Cremyer OTMETHUTb, YTO ITOCKOJIBKY IIOHSTHE (IJIOTeHe3 IPUMEHSIETCS K TPYIIEe OPTaHM3MOB, TO K MOP(OTIOTHIECKUM
CBOMCTBAM TPYIIII OTHOCSITCSI HE TOJIBKO OCOOEHHOCTH CTPOEHMUST OPTaHW3Ma U €r0 OHTOTEHE3a, HO U Ha/[0PraHU3MEeHHbIE
XapaKTePUCTUKY PYIII TAKHeE, HAIPHMED, KAK CTPYKTYPa UX MOP(OIOTHIECKOTr0 pasHooOpasusl.
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rpynn. OHa ONKCHIBAaeT IOSIBJIEHUE, VCIE3HOBEHNE,
U3MeHeHue eTUHUIHBIX 3JIEMEHTOB WU X KOMILIEK-
ca, XapakTepuU3yoNnX pa3auyHbie (MOPGOJIOTH-
Yyeckue, (U3MoOIOTUYECKUEe, MOBEAEHUYECKUE U JIP.)
c80ticmea TPYIIL, C TOYKU 3PEHUS USMEHEHUSL CTLOJNC-
Hocmu, cmenenu Ougepenyuayuu U uHmMeZPAUUL
obpasyemvix umu cucmem (Ypoeenv opzanuzauuu),
a TakKe 94epe3 UMEHEeHUe COUemanus U xapaxmepa
C8513U INeMeHmOo8 cucmemovl (NAAH CMPOEHUS).

[Tnan cTpoeHust U ypOBEHb OPTaHU3AIMH MOTYT
OBITH OIIpeeIeHbl AJIsl TPYII JIOOr0 TaKCOHOMU-
YeCcKOro paHra (KakK CTPYKTYDHBIH acIeKT UX MOp-
($ho-6romornyeckoii crenuduKn) 1 pacCMOTPEHBI Ha
YPOBHE TPYIIIHI, [[EJIOCTHOTO OPTaHU3Ma, OTJEIbHBIX
OPraHOB WX MOP(OTIOTNIECKUX KOHCTPYKIINH.

AHareHe3 B KJIACCUYECKOH TPAKTOBKE 3TOTO
tepmuta (Huxley 1957) kak 9BOJIIOIMOHHOE pas-
BUTHE TPYII B HANPABIE€HUU IOBBINIEHUS YPOBHS
OPTaHU3aINH, SBJISETCS YACTHBIM ITPOSIBJIEHUEM aHa-
reHeTMYECKUX TIpeo0pasoBaHuii, HaOMIOIaEMbIX TIPH
MakKpoMacuTabHOM pPacCMOTpeHUH (pusiorenesa. B
HWCTOPUYECKOM PA3BUTHM KOHKPETHBIX IPYIII aHare-
HETUYeCKHe U3MEHEHUST CBOWCTB MOTYT OBITH CBsI3a-
HBI KaK C TIOBBIIIIEHNEM, TaK U C IOHWKEHUEM YPOBHS
OpTaHMU3aINH He TOJBKO OTAETBHBIX MOPQOCUCTEM,
HO ¥ OPraHW3Ma U TPYMIIE B II€JIOM WM MOTYT IIPO-
XOUTh 6€3 U3MEHEHUSI NX YPOBHSI OPraHU3aI[¥H.

Adanmuenas cocmaensiowas  duaoreHesa
OTPa’KAeT OTHOIIEHUS TPYIII C TOYKU 3PEHUS U3Me-
HEHUS CTPYKTYPHI UX aJaNTaIllil ¥ IPOSIBISETCS B
U3MEHEHWUN Te€X CBOMCTB UJIH X 3JIEMEHTOB, KOTODbIE
XapaKkTepu3yIoT M3MeHeHNe HAIPaBJIeHUs U YPOBHS
CIeNUATN3alUy TPYMIL. AJANTUBHAS KOMIIOHEHTa,
TaK JKe KaK U aHaTeHeTUYeCKast, MOKET ObITh PaccMO-
TPeHa JJIsI TPYIIN Pa3HOTO TAKCOHOMUYECKUX PaHTa U
OTIMCaHAa HAa YPOBHE TPYIIIBI, OPTAaHU3MA WJIH OTAETb-
HBIX MOP(hO-(PYHKITMOHAIBHBIX Y3JI0B.

AjanTiBHAs 3HAYNMOCTH U3MEHEHUH MOJKET OBITH
oTpeiesieHa ¢ TOYKY 3PEHUS UX BJAUSHUS Ha 3P dek-
THUBHOCTD BBITIOJIHEHUSI OIIPEeIEHHBIX (DYHKIIUH,
JIEKAIUX B OCHOBE KOHKPeTHBIX azjamTanuit. Ilo-
HSTHO, YTO OZHU U Te Ke 3JIeMeHTHI (HaIpuMep, Jie-
MEeHTBI MOP(POCTPYKTYP) MOTYT OBITH KOMIIOHEHTAMU
pa3HbIx amantanuil. VIx n3MeHeHre B paMKaX OJHON
a/lanTalliid MOKET GBITh PACIEHEHO KaK aJallTUBHO
MOJIE3HOE, & TI0 OTHOIIEHHIO K JIPYTUM — KaK aalTHB-
HO HEeHTpaJIbHOE WIN Ja)Ke MUHUMAJIBHO BPETHOE.

s omucaHusl aHATEHETUYECKUX U aalITUBHBIX
nmpeo6pasoBaHuil  OAOMPAIOTCS  PasHble HAGODPBI
TIPU3HAKOB (a’ke IPU PaCCMOTPEHUU OLHOM M TOM
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K€ CUCTEeMBbI B paMKaX OJTHOU M TOM ke TPyIIEL). Boi-
6Op MPU3HAKOB 3aBUCHUT OT TAKCOHOMHYECKOT'O PAHTa
paccMaTpUBAEMBIX TPYIII ¥ MACIITaba PACCMOTPEHUST
Ha3BaHHBIX COCTABJISIONINX (uoreHe3a (Ha ypOBHe
TPYIIIIbI, OPTAaHU3MA UJIM OT/ENbHBIX CUCTEM).

AmnareHeTH4eckasi ¥ alallTUBHAST COCTABJISIONINE
<TIOPOKIAIOT> pa3Hble OOBEIMHEHUS TPYIII: TIEPBast
<TOPOKAAET> TPabl (TPYIIIIbI, XapaKTEPH3YIOIIHECST
OTIpe/ieIEHHBIM YPOBHEM OPTaHU3ANUU OPTaHU3Ma B
1[EJIOM WJIM €TO OTAETbHBIX CUCTEM), BTOPAst — JKU3-
HeHHbIe (OPMBI (TPYIIIBI, CXOAHBIE IO BHENTHEMY
00JIUKY, OTpasKalolmeMy WX IIPHUCIOCOOJEHHOCTh K
CYIIECTBOBAHUWIO B OTIPEIETIEHHBIX YCIOBHSIX Cpe-
npi). Hu rpazipl, Hu skusHeHHbIE GOPMBI 6€3 aHAAU3a
UCMOPUY UX CMAHOBTICHUS HEJIB3ST CIUTATD DIEMEHTA-
MU (PUIOTEHETUIECKOTO MATTEPHA.

Kak acmekT ¢uiorenesa xKaxaast u3 9TUX COCTaB-
JISIONMX MIMEET BPEMEHHYIO KOMIIOHEHTY, KOTOPAst
MIPOSIBJISIETCST B TTOCJIEOBATENBHOCTH OTIMCHIBAEMBIX
UMH COOBITHHA. ITa KOMIIOHEHTA MOJKET OBbITh BBI-
SIBJIEHA TOJIBKO B KOHTEKCTE TPYIIIBI U B KOHEUHOM
WTOTE, 33/IA€TCSI €€ TeHEeATIOTHEN.

Knaodozenemuuecxas (=zeneanozuuecxas) co-
cTaBJsIONIast (bUIOTeHe3a MPOSIBISETCS B TOCJIEN0-
BaTeJNbHOCTH (pusiozenemuneckux coovimui (t1.e. 6
n0c1e008amenbHOCIU B03HUKHOBEHUS UL UCUE3HOBE-
HUsl ZpYNn) ¥ BBIPAKAETCS B CTPYKTYPE POACTBEHHBIX
oTHoIeHu# rpymi. VIMEHHO 3Ty KOMIIOHEHTY 4acTO
CYUTAIOT CHENU(PUIECKUM [PEIMETOM U3YYEHUS
dunoreneTnky.

Bce cocraBistionivie duorenesa (KiaIoreHeTH-
Yyeckast M 00e CEMOTEHETHYECKHe: aHAT€HEeTHIeCKast
¥ aJIaTUBHAs) BBIAESAIOTCS ycaoBHO. Kak pasHbie
aCTIEKTHI TIPOSIBJIEHUSI OJTHOTO CJIOKHOTO MHOTOTPaH-
HOTO TIPOIIECCA OHTOJIOTUYECKH OHU €JIMHBI U O/[MHA-
KOBO BXKHBI 1T TIOHUMAHUsI CYNTHOCTH IPOIlecca
UCTOPUYECKOTO paszputusi rpymim. OIHAKO B CUILy
cruennUKN KaKI0W M3 KOMIIOHEHT PacCMaTpPUBaTh
UX 1eeco006pa3HO MO OTAENBHOCTH, OCHOBBIBASICH
Ha COOTBETCTBYIOIIEH METOMOJIOTUY U IPUMEHSIST 71T
aHa/IM3a KaKI0# U3 HUX COOTBETCTBYIOIUE [TPUEMBI
¥ METO/IBL.

Pasnble HanpaBieHUsT (PUIOTEHETUKY KOHIIEHTPH-
PYIOT BHUMaHHe Ha Pa3HBIX CTOPOHAX (IJIOTeHe3a.
Knaccrueckoe 3BOIOIMOHHO-MOPGOJIOTHIECKOe Ha-
IIPaBJIeHYE TJIABHOE BHUMAHWE y/IEJIsieT UCTOPUU U3-
MeHEHUST YPOBHEH OPTraHu3auu 1 MOP(OIOTHIECKUM
3aKOHOMEPHOCTSIM 9BOJIIOINY; B PAMKAX a/allTaIlio-
HUCTCKOTO HAIIPABJIEHWS TIPUOPUTETHI CMENIEHBI HA
U3yYeHUEe WCTOPUYECKOTO PA3BUTHS aAlTallWii; BCe
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KJI/IOTeHeTHYECKIIe HAlIPaBJIeHNs], KaK KJIACCUYECKO-
TO, TaK ¥ MOJIEPHUCTCKOTO TOJIKA, COCPEOTOYEHBI HA
PEKOHCTPYKITMH POACTBEHHBIX OTHOIIEHHH.

Kiaammam (Hennig 1950, 1965), mosBuBIIHMiicss B
CepeIrHe TIPOIILTIOTO BeKa, KaK OIHO M3 HAIPABJIECHUN
CHCTEMATHKH, CYIIECTBEHHBIM 00pa30M WM3MEHILT
moJyiokeHue nes B ¢uoreHetuke. OH OTKa3aICsa OT
aHaJIM3a COZIEPXKATENBbHON CTOPOHBI (DUJIOTEHE3a,
M COCPENOTOYM/I BHUMAaHWE TOJBKO Ha pa3paboTKe
TIPUHITUIIOB BBISIBJIEHUSI €70 TeHEAIOTUIECKOM COCTaB-
JISTIONIEH, KOTOPYIO CBeJ K IOCJIEeNOBATEIbHOCTH pe-
KOHCTPYUPYEMBIX 0COOBIM 06Pa30M KJIaMCTUYECKUX
coObiTuit CXO/HBIE PUOPUTETHI U CXOIHAs OCHOBA
XapaKTEPHBI U JJISI MOJIEKYIIPHOIN (DUIOTEHETHKH.

ITon BiustHEEM KJIafn3Ma BO3POC MHTepeC K aHa-
JIU3y TeHeaJOTWYeCKUX OTHOIIEHWH W CO CTOPOHBI
KJIaCCYEeCKON (DUIOTEHETHKHU, YTO BBIPA3UJIOCh B
paspaboTKe 60jiee CTPOrMX IPABUJI TAKOTO aHAIM3a
(Crapo6oratos 1989; Ckapmato, Ctapo6oraros 1974;
Meiien 1988; Ilecenko 1989; Pacuwuisia 2002), Ho Ha
6a3e KIACCUYECKUX TIPEACTABIECHUN O CYITHOCTH 9BO-
JIOIMOHHOTO Tiporiecca. OcoOeHHO IIONOTBOPHOM
Ha 3TOM Monpuile okazanack punuctuka (Rasnitsyn
1996; Pacuutba 1988, 2002 u ap.).

Bce 310 pUBENO K TOMY, YTO B HACTOSIIIEE Bpe-
MsI (PUIOTEHETUKY BCe Yallle CTAJIM ITOHMMATh Kak
«TEOpHI0, METOOTIOTHIO U COBOKYIIHOCTH METOZIOB
PEKOHCTPYKITNH TOJBKO POJCTBEHHBIX OTHOIIEHUI»
(Pacuunpia 1988, 2002; ITaBausos 2005.).

IMousiTvie podcmea SBJsiETCS] OMHUM W3 KITIOYe-
BBIX TIOHATHUHN B (PUJIOTEHETHUKE U, HECMOTPS Ha Cy-
[IeCTBOBAHME Pa3HbBIX TPAKTOBOK (T€HEAIOTHYECKOE,
(unoreneTnueckoe, KIAAUCTUYECKOE, TEHETHUYE-
CKO€, 9BOJIIOIUOHHOE, U TIp. — 0630p, cM. [laBiuHOB
2005), B 11e/10M, OTPAKAET OMHOULEHUSL ZPYNT NO NPO-
UCXONCOEHUIO.

PozcTBo MoXeT ObITh 3a1aHO 6 abcoromuoii (1o
BEPTUKAIN) U OMHOCUMENbHOU (110 TOPU3OHTAJIIN)
dopme. [Ina onpeneneHuss poAcTBa B aOCOIIOTHOM
(upsiMoit) opMe «HEOOXOAVMBIM U IOCTATOYHBIM
VCJIOBHEM SIBJISIETCS TIPsSIMasi CChLIKA HA TIPEIKas
(2eneanozuuecxoe poocmeo). B aToM cirydyae poncTBo
TPYIII YCTAHABIUBAETCS B BUJIE CTPYKTYPHI OTHOIIIE-
HUH PEIOK-MTOTOMOK (T.€. B BUIE POJOCLO6HOZ0 Ope-
6a). B orHOCUTENBHON (hOpMe POACTBO ABYX IPYII
OTIpeieJisieTCsI TI0 OTHOIIIEHNIO K TpeThell (BHeIHell)
TpymIle, He POJACTBEHHON MM Ha PacCMaTpPHBAEMOM
ypoBHe. B aTOM cityuae po/icTBO 3aj1aeTcsi nepapxueit
CECTPUHCKMX TPyMN 6e3 yKasaHuWs Ha Tpenka (xia-
oucmuuexoe poocmeo). JIJsi yCTaHOBJIEHUS POJICTBA

E.T'. IToranosa

B OTHOCHUTEJIBHOH (DOpPME AOCTATOYHO TOKA3aTh, YTO
IIBe TPYIIIBL SIBJISTIOTCSI CECTPUHCKUMHU (T.e. TpyIIa-
MU, UMEOIUMU O0IIEro OJIVIKANUIIETO TPEIKa) OT-
HOCHUTEBHO TPETHEN IPYIITIBL

CreneHb pOZCTBA OLIEHMBAETCSI 110 KOJIUIECTBY
(UTOTEHETUYECKUX COOBITHH, PasesIONUX IPYI-
Obl, WX [0 abCOTIOTHOMY BPEMEHH, MPOIIEIIIEMY
C MOMeHTa pasfesneHus rpyni (@urozenemuueckoe
podcmeo).

[ToHsATHO, YTO CTPYKTYpa PONCTBEHHBIX OTHOIIIE-
HUN TPy OPTaHU3MOB, OIPEAEJIEHHBIX BBIIIEHA3-
BaHHBIM CIIOCOOOM, He TOXKIECTBEHHA CTPYKTYPE UX
Mopo-6rosornyeckoit quddepeHIraImu, MoCKoIb-
Ky (HWIOTeHeTHYeCKHe COOBITHUSI MOTYT JOBOJIBHO
CYIIECTBEHHO PA3JIMIATHCS IO «KAYECTBY» MOPhOIIO-
THMYECKUX IPOSIBJIeHNH (110 aHAreHeTUIeCKON KOMIIO-
HEHTE) ¥, CJIe[0BATENHHO, PABHOE KOJNYECTBO COOBI-
THUH, a, 3HAYWT, 110 OTIPeJIeJIEHUIO, I PaBHAsI CTENIEHb
POZICTBA, MOXKET XapaKTepH30BaTh PA3HYIO CTEIeHb
nuddepentmanui. YToOB Pa3penuTh 3TO MPOTUBO-
pedrie B psifie CIydYaeB TPH OIPENEIEHUU POACTBA
VUUTHIBAETCS TAKXKe U eZIITHCTBO 3BOJIIOIIMOHHOM TEH-
JEHIINY Pa3sBUTHS TPYIIIT (960JHOUUOHHOE POOCTBO).

PozncTBenHble OTHOUIEHWS TPYNII OPTraHW3MOB
YCTAHABJIMBAIOTCSI HA OCHOBE aHAINW3a CXOJCTBA.
OcCHOBaHHMEM [IJISI HTOTO CJIYKUT B3aMMOIIOI00UE
KJIAJIOTEHETUIECKOH U CEMOTeHETUYECKUX COCTaB-
nsomux ¢unoreesa. Ho MOCKoIBKY MeXAy HUMU
HET OJJHO3HAYHOTO COOTBETCTBUSI, TPOOIEMA PEKOH-
CTPYKIIMU POJICTBA HA OCHOBE aHAIM3a CXOJCTBA
OKa3bIBAETCS TOBOJIbHO CJIOKHOM M HEOAHO3HAYHOM.
Merononorudyeckasi OCHOBA 1, COOTBETCTBEHHO, TIpa-
BWJIA, TIPOIEYPHI U METOJIBI TAKUX PEKOHCTPYKIIUH,
PaBHO KaK ¥ TPAKTOBKYU HOHSTHUS POACTBA, B PA3HBIX
HaNpaBJIeHUAX (PUIOTEHETUKH pa3iudHbl (0630p, CM.
IMaBmuroB 2005).

Hamnpumep, KoHIenTyanbHas 6asa Bcex HarpaBJie-
HMI KJIaCCUYeCKOW (bUIOTEHETUKH, B KOTOPOI BaK-
HOEe MeCTO 3aHUMAeT TOHITHE IIpefka (KakK IIPaBUJIO,
PEKOHCTPYUPYEMOT0), IO3BOJISIET yCTAHABIUBATDH
POZICTBO KaK B IIPSIMOIA, TaK I B OTHOCUTEJBHOI (HOp-
Mme. JI71s1 MOZIePHUCTCKUX HaNpaBJIeHUN (KIaIUCTUKA
¥ HOBOW (DPMJTOTEHETHKY ) — OTHOIIIEHUS TIPEIOK-TIOTO-
MOK (hOPMAJIBHO HE TOCTYITHBI, B UX PAMKaX KOHIIETI-
WS TIPeiKa CYUTAETCST HEeOTePAIMOHATbHOM, a PO-
CTBO OILIEHWBAETCSI TOJIBKO B OTHOCUTEIBHOM (hOpMe.

B macrosimee BpeMsl ClIOKUIAch TOYKA 3PEHIS,
COTJIACHO KOTOPOH M3y4YeHWe TeHeaJOTnYecKUX OT-
HOILIEHUH SIBJISIETCS IPEPOTATUBOM «MOJIEKYJISIPHOM>
(UIOreHETUKH, KOTOPas yKe B 0603puMoM Oy ayIneM
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CMOKeT BBICTPOUTD I0CTATOYHO HETIPOTUBOPEYUBYIO
CHCTEMY, OTPXKAIOUIYI0 POACTBO HBIHE >KUBYITHX
dopm. U Ha aTOM, 06pa3HO TOBOPSI, (PUIOTEHETUKA U
3aKOHYMTCSL.

C 9TMM Te3McoM MOXHO ObLIO ObI Jake COrJia-
cUThCst, ecr Obl (PUTOTeHEeTHKA CBOAUIACH TOJBKO
K W3YYEHNMIO KJaJoreHe3a COBPEMEHHBIX (GopM, a
CTPYKTypa POACTBEHHBIX OTHOIIEHHIA IPYII Oblia Obl
TOK/IECTBEHHA CTPYKTYPE CXOICTBA BHIOUPAEMBIX JIJIsT
aHaJIM3a TE€HOB, MPUYEM CTPYKTYDE, BHICTPOEHHOI B
COOTBETCTBUU C 6a30BBIMU KOHIIETIMSMU KJIAA3Ma.

Mopdo-6romorndeckoe Hampasierue («Mopgo-
Ouosnornyeckas» ¢uaorenernka — [Oxun 1974),
KOTOPOMY TMOCBSIIIEHA TAaHHAST MYOIMKAIHS, TI0 CYyTH
CBOEH, SIBJIIETCSI TIOJTHON TIPOTUBOIIOJIOKHOCTHIO
KJIaJIOTeHETUYECKUM HATIPABJIEHUSM (PUIOTEHETUKY.
InaBHas ero 3asaya — M3y4YeHUs COAEPKATETHHOM
CTOPOHBI (puIoTeHe3a, KOTODPBIM IIPUPABHUBAETCS
K afanTareHe3y (a B KpailHEM BBIPAKEHUH, AaKe
TIOJTHOCTBIO OTOXKAECTBIsIeTcss ¢ HuM — Gutmann
1977). Teneanornyeckue OTHOIIEHUS yCTaHABJINBA-
I0TCSI KaK Pe3yJIbTaT PEKOHCTPYKIUU aflaliTareHesa,
MCXO/S U3 00IIUX MPEACTaBIEHUH O TOCTEJOBATENb-
HOCTU COOBITHI, CBI3aHHBIX CO CMEHOH amanTamuii.
IlesnenanpaByiieHHbIN aHANMN3 KJIAJOTEHETUUYECKUX
OTHOMNIEHWH, ¥ 0OOCHOBAHWE MPABUJ U TPOIELYPHI
TAKOTO aHAJIN3a — JI0JITOe BpeMs He BXOAWIIU B cepy
WHTEPECOB [AaHHOTO HampaBieHus. Hinke cuenmana
TIOTIBITKA, B KAKOM-TO Mepe, 3aTl0THUTh 9TOT TPOGe,
U 0OCYIUTD METOIOJIOTHYECKHE OCHOBBI M BO3MOXK-
HOCTY JaHHOTO HAIIpaBJIeHNs, IIPEKIe BCETo, B yCTa-
HOBJIEHUY UMEHHO T€HEeaJOTUYeCKUX CBSI3e.

Cuenuduxa Mop¢o-0GH0I0rHYe€CKOro HanpaBJIeHUs

Mopdo-6rosorndeckoe  HampaBieHHe®  3TO
HampaBjieHne B MOPQOJOTUH, CIenupUIecKuit
TpeAMET U3y4YeHUsT KOTOPOro — MOp(oJIorudyecKue
alaniTalliy, yTH UX CTAHOBJIEHUs u cMeHbl. Ero oc-
HOBHas 3ajlaya — Pa3paboTKa MIPUHIIUAIIOB U OCYIIECT-
BJIEHUE KOMILTEKCHOTO aHaIu3a MOP(OJOTUIECKUX
CTPYKTYP C LIeJIbIO U3ydeHus aganTarwii. [[pu Takom
ToX0ie MOP(MOIOTUYECKUIT 0GBEKT pacCMaTpUBAET-
Cs1 HE TOJIbKO C TOYKH 3PEHUsT er0 (POPMBI U BHYTPEH-
HETO CTPOEHUs], HO ¥ aHAIU3UPYETCS B COOTBETCTBUU
c ero (byHKIIMEN W AJANTUBHON 3HAYUMOCTBIO (CM.,
uHarnpumep, I0Oauu 1965; zepxunckuii 1980, 1982;
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Bock 1981; [szepxunckuii, Kopsyn 1981; Kopsyu
1981, 1996; [ToTtamosa 2000; u 1p.)

OO0ObeKTaMy UCCJIEN0BAaHKMs 9TOTO HAMPABJIEHHS
SIBJISIIOTCST ~ OTAENbHBIE  MOP(O-(hYHKIIMOHAIBHbIE
CHICTEMBI, KOTOPBIE JIOJKHBI YIOBJIETBOPSTD OIIpele-
neHHbIM TpeboBanusM. Ouu momkHbL 1) 06mamaTh
0ecCIOpHOM 1eJIOCTHOCTBIO; 2) MMETh AOCTATOYHO
CJIOKHOE YCTPOMCTBO; 3) BBIOJHATh WHTEPIIPETHU-
pyeMble MexaHndecKkue QYHKIUN U 4)00ecrieyrnBaTh
KapJMHAJIBHO BayKHBIE CTOPOHBI JKU3HEAESITETFHOCTH.

Hampumep, atuM TpeGOBaHUSAM YAOBJIETBOPSI-
0T CJ0XHBIe MOP(}O-DYHKIIMOHATBHBIE CUCTEMBI,
obecriednBaioIie JIOKOMOIUIO, MUTAaHWE, CAYX W
1.1 Teomerpuyeckre OCOOEHHOCTM HX CKEJIETHBIX
DJIEMEHTOB, CBSI30K W MBIIII] IIPSIMO OIIPEAEISIIOT
MexaHuyeckrue (a 3HAUYUT — (QYHKI[MOHAIBHBIE)
CBOIICTBA 9TUX Y3JIOB, U MO3BOJISIIOT UCCJIENOBATEIO
NOCTaTOYHO YBEPEHHO M HAJEKHO O HUX CYAWUTb
(Azepsxxunackuit 1977). Ognako Takue MOBBIIIEHHbIE
TpeboBaHUA K 0OBEKTY MCCIAEI0BAHNS HAKIABIBAIOT
OIpe/ieJIEHHbIE OTPAHUYEHHUS Ha WCIIOJb30BaHKE
MOP}0-OHOIOTHYECKOTO TTOAX0Aa B (DUIOTEHETHKE.
Yacto Mopdosornueckue mpeodpa3oBaHusi, MapKH-
pyomue (puaoreHeTHYECKUe COOBITHS, HAIPUMEP,
MTOUCXOIAIINE HA BUZIOBOM YPOBHE, GYHKIIMOHAIBHO
He MHTEPIIPETUPYEMBI ¥ K HUM He MOXKET OBITh IIPH-
MeHEeH MOP(O-OMOIOrMIEeCKUI aHAJIHS.

Mopdo-6uomornyeckuii MOAX0I OCHOBAaH Ha
THIIOTETUKO-IETYKTUBHOM METOZIE U PACCMATPUBAET
u3y4aeMbIii MOP(MOIOTHUeCcKUii 0OBEKT KaK IIEI0CT-
HYI0 CTPYKTYpY. AHajJu3 MPOBOIUTCS C IIOMOIIBIO
KOMILIEKCA METOJ0B CPaBHUTENIbHOM ¥ (DYHKIIMO-
HAJIbHOM MOPGOJIOTHH U SKOJIOTHH.

Koneunast 1mesb WMCCI€IOBAaHUS — YCTaHOBWTD
creruukKy MOpGhOJIOTUYECKUX AaNTaIUi, TIOHATh
MyTh UX CTAHOBJIEHWS U CMEHBI, U BBISICHUTD TIOCJIE-
JIOBaTEJbHOCTh WX 9BOJIOIMOHHBIX MpeobpasoBa-
uHuit. OIHUM U3 aCIIEKTOB TAaKOTO aHAJIM3a SBJISETCS
PEKOHCTPYKITMS Pa3BUTHS aJalTalldii B IIPOIlECCe
HMCTOPUYIECKOTO PAa3BUTHS TPYIIT OPTaHU3MOB.

0O6ocHOBaHHE PABOMOYHOCTH (PHIIOTEHETHYECKUX
PEKOHCTPYKIMii HA OCHOBE aHAJIM3a aJJaNTaIuii

[Tpumenenve MOpHO-GHOTOTHIECKOTO TOAXOIA B
1essaX (DUIOTEHETUKY TEOPETHYECKU OOOCHOBAHO W
HanboJIee TPOLYKTUBHO JIWIIb B PAMKAX SBOTIOIUOH-

30 cmermdrke JaHHOTO HAlpaBJIeHMs, KaK HarpaBieHus B pumoreHerrnke cM. IOxuu 1974.
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HOW JIOKTPHUHBI, IPU3HAIOMIEN HPUCIIOCOOUTENBHBII
XapakTep 9BOJIONUU M OIMPAIOIIEHCs HA IIUPOKYIO
TPaKTOBKY (ujoreHe3a Kak IIpoljecca KCTOpHYe-
CKOTO Pa3BUTHUS IPYII OPTraHU3MOB, IIPOTEKAIOIIETO
MyTeM CTAHOBJIEHWS U CMeHbI ajanTaiwii. B takom
KOHTEKCTE UCTOPUSI TPYIIIII MOXKET GBITh MPECTaB-
JIeHa B BU/Ie aallTUBHOTO IIPOIIECCa, TPOTEKAIOIIET0
B COOTBETCTBHUH C MEHSIONUINIMICS YCIOBHUSIMU KU3-
HU, 2 3HAYUT, PEKOHCTPYKITHS alaliTareHe3a IPYIIIbI
TEOPETHYECKH MOKeT OBITh NMPHUPaBHEHA K PEKOH-
CTPYKIIUM X DUIOTEHESA.

OpHako 3ajaya PEKOHCTPYKIMU aflallTareHe3a
TPYTIIBI KaK II€JI0TO0, ICXO/ISI TOJIBKO M3 ee CTPOEHN,
MPAKTHYECKN HE BBIMOJHUMA (YYUTHIBAs HEPABHO-
MEPHOCTh TEMIIOB afialiTareHe3a; BBHICOKYIO BEpPOSIT-
HOCTB CMEHBI BeIYIIEH aJaIITAI[IH B UICTOPUY IPYIIIIBI
¥ CMEHBI HallPaBJIeHUs TIPeoOpasoBaHus OMHOM U TOM
JKe afIallTalliy; BO3MOKHOCTh Pa3BUTHS a/IalTAIlN,
He CBSI3aHHBIX ¢ MOP(OJIOTMYECKUME TTPeobpa3oBa-
HUSIMU PacCMaTPUBAEMbIX MOP(DO-(YHKIIMOHATHHBIX
CTPYKTYp U T.IL.).

Ha mpakTuke mpuxoauTCsi OTPaHUYMUBATHCS aHa-
JIN30M OTIEJIbHBIX CUCTeM. B aTOM ciTydae BBIIBUTA-
eMasl THIIOTe3a ajlanTarene3a OyIeT OTpakaTh ajial-
TareHe3 He 1esoro, a yactu. DuoreHernueckomy
Mpeo6Pa30BaHUI0 YACTH HBOIIOUPYIOIIEH CUCTEMBI
COOTBETCTBYET moHsITHE cemopunes (Meiien 1977).
ToatomMy ucmopusi npeobpasosanus 0moeIbHOZ0
MOPPO-PYHKUUOHATLHOZ0 Y3TA 8 UCMOPULECKOM PA3-
eumul uccredyemoti zpynnut, 6yIeT COOTBETCTBOBATH
cemoduiie3y 3TOro y3na. TepMuH cemoguie3 mpe-
TIoJIaTaeT yKa3aHus Ha TO, KaKue CBOMCTBA WU KaKue
CHUCTEMBI ¥ B KaKoil TpymIe paccmarpuBaiorcs. Ha-
npuMep, ceModuie3 YeTOCTHOTO anapaTa B TPYIIIe
TYITKAaHYNKOBBIX, WU ceModue3 mepefHell KoHed-
HOCTH PYKOKPBLIBIX.

CremyeT IOIYEPKHYTH, 9TO B TaKOI TPAKTOBKE Ce-
MouIe3 BBICTYTIAET KaK «4acThy (PUIOTEHE3a, U TAKXKE
TIPOSIBJISIETCSI IBOSIKO: B UI3MEHEHUY CBOVICTB KOHCTPYK-
WY, ¥ B TIOCJIEZI0BATETbHOCTH STHX M3MEHEHUIA.

[TonsaTHO, YTO MEXIy ajanTareHe30M, TIIpe-
CTaBJIEHHBIM B BH/IE€ AANTUBHBIX CEMO(MUIE30B OT-
NeTBHBIX CHUCTEM, U KJIaJIOTEHE30M HOCUTEJEH 9TUX
alanTanyii, HeT IOJHOTO cooTBeTcTBUS. OgHAKO
B CWJIy €MHCTBA YaCTU U II€JI0T0, MOKHO CYAUTDH O
¢unorennu nesoro (TpyImsl), U3ydask €ro 4acTh, HO
JIUTIh B TOM Mepe, B KaKoii (puoreHeTHYECKasi Cyab-
6a 4acTU COOTBETCTBYET (PUIOTEHETHYECKOi CyapOe
11€JI0TO, T.€. B TOU Mepe, B KaKOH ITOCJIe/I0BaTeTbHOCTD
mpeo6pazoBaHuii  MOP(HO-PYHKIIMOHATIBHOTO Y3714
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COOTBETCTBYET MOCJIEAOBATEIbHOCTH BO3HUKHOBE-
HUSI HOBBIX IPYTIIL.

ITonsaATHO, YTO cXEMBI ceMO(DUIE30B PAa3HBIX CH-
CTeM MOTYT ¥ JaXe JOJIKHBI PasJmdaThCsl, XOTsI ObI
TIOTOMY, 4TO B 3BOJIIOIINY KOHKPETHBIX TAKCOHOB CKO-
POCTb Pa3BUTHS OJHOM U TOH K€ aanTaIllii MOXKET
GBITH HEMIOCTOSTHHA, KPOME TOTO, MOJKET IIPOMCXOIUTh
CMeHa BefyIIel aJanTalyu, ONPEEeISIONIel pa3BUTHE
TPYIIIBI Ha OTIPe/ieJIeHHOM 3Talle U T.I. B aTux ciyya-
SIX PAa3BUTHE CUCTEMBI, OTPAKAIOIIEH 3Ty aalTaIHIo,
He Gy/IeT COOTBETCTBOBATH (DIJIOTEHE3Y TPYIIIIHL

Cemorre3sl OTAEIBHBIX CHCTEM 10 OTHOIIEHUIO
K (puoreHe3sy TakCOHOB Bcerzja UMEIOT BEPOSTHOCT-
HBIM XapaKTep.

ITocTpoeHre KOMIIPOMECCHON HETIPOTUBOPEYH-
BOH CXeMBbI ceMO(UIe30B HECKOJBKUX CHCTEM IIO-
BBIIITIAET HAJEKHOCTh TAKOW cxeMbl. UeM OoJbimeMy
KOJIMYEeCTBY ceMO(uUIe30B COOTBETCTBYET TaKas
MOJIeJIb, TEM BBIIIIE ee HaJeXXHOCTb.

ITpoBepka MomenM OCYIIECTBIISETCS He IIyTEM
Bepudmkanuu (TOATBEPKAEHNUS), a TyTeM (panbcu-
¢ukanuy (ONIPOBEPKEHNS ) BBIIBUTAEMO TUTTOTE3HI.

Crporo roBops, U (HUIOTeHNH, TIOCTPOEHHBIE TI0
MOJIEKYJIIPHBIM JaHHBIM — 3TO TOXe CeMO(dUJIesH,
a UMeHHO ceModue3sl a1eMeHToB MostekyJibl JJHK.
B stux cemoduiesax, B oTinune OT CeMO(UIE30B
Mopdho-QYHKITMOHANTBHBIX KOHCTPYKIUH, Ompeze-
JITIONIUM TIPUHSITO CYUTATh MCTOPUYECKUIT (pakTop.
BaxHBIM OCHOBaHWEM IJISI TAKOTO IIPEITIONIOKEHUSI
CITy’KaT OIPeeJIEHHOE MOCTOSHCTBO COGCTBEHHOM
CKOPOCTH N3MEHEHNS 3JIEMEHTOB JAHHOH CTPYKTYPHI
(pa3Hoi1 He TOIBKO IS PA3HBIX TEHOB, HO U JIJISI UX Ya-
CTeil) ¥ YCJIOBHASI «HEHTPAIBHOCTb» 3TOTO IIPOIECCa.
B cBs13u ¢ 9T1M, paspeniaiomnmas CnocoGHOCTh MOJIEKY -
JIIPHO-TEHETHYECKUX PEKOHCTPYKIMH KJaJoreHe3a
cumraercs 6oJiee BBICOKOU, HEKEU PEKOHCTPYKIIHIA,
OCHOBaHHBIX Ha MopdoormyeckoM Matepuane. On-
HAKO HeJib3sl 3a0bIBaTh, YTO KaK BCSAKHUiA ceModuiies,
ceMo(duIe3 MOJIEKYISIPHO-TEHETUIECKUX E€AUHUI] He
TOXZeCTBeH (buiioreHedy rpymmbl. VI moToMy Kiro-
4YeBOI BOIIPOC O CTENEHW WX B3aMMOCOOTBETCTBUS
TpebyeT IMPUCTATBHOTO PACCMOTPEHHUS.

Cemoduire3 Mopdho-(pyHKITMOHATBHOTO Y3713, Ha-
060pOT, UMEET SIPKO BHIPAKEHHYIO MHOTO(DAKTOPHYIO
06yCI0BIEHHOCTD (HE TOJBKO MCTOPUYECKYIO, HO W
(pyHKIMOHATIBHYIO, aJANITUBHYI0, KOMIIO3UIINOHHYIO
u 1p.). Kaskaprit 3 aTUX (haKTOPOB MOKET OBITh TIPH-
YMHOW CTAHOBJIEHUS JIOBOJBHO TIIYOOKOTO CXOJCTBA
B CTpPOeHMH paccMaTpuBaeMmoro ysia. ITockosbky
POZICTBO OIIEHWBAETCS IO CXOJCTBY, YIIOMSIHYTasl
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MHOTOaKTOPHAsA 00YCAOBIEHHOCTh CO3/IAET 3HAYM-
TEJIbHBIN 3JIEMEHT HEOTIPEIEIEHHOCTH B BOCCO3/IAHUT
CTPYKTYPhI OTHOCUTEIHHOTO POACTBA IPYIIIL ¥ TPeOy-
eT 0co00 TIATENbHON TPOBEPKHU IPUPOBI CXOACTBA.
YT0o0Bl BBIAEIUTH MCTOPUYECKYIO COCTABJISAIONIYIO
B CXOJCTBE M3y4aeMOM KOHCTPYKIUH, HEOOXOIUMO
OIIEHUTHh OTHOCUTEJBHOE BIMUSIHHE HA 3TO CXOICTBO
IpyTux (paKkTOpOB.

PaccmaTpuBaeMbIil Toaxom B KAaKON-TO MeEpE TI0-
3BOJISIET 3TO CZIeJIaTh. B pe3ysisraTe CpaBHUTETIHHOTO,
(PyHKIIMOHAIBHOTO ¥ 3KOJIOTUYECKOTO aAHAIU30B
ocobernoctd  MOpdho-GYHKINOHANBHBIX  CHCTEM
MOTYT OBITh OLIEHEHBI C Pa3HbIX HO3UIMIL M C TOYKH
3peHus X (QYHKITMOHATHHOU 3HAUMMOCTH; U C TIO3U-
VU BJIUSHUS 9KOJOTUYECKUX (DaKTOPOB; M KaK MPO-
siBJieHre MOP(OTeHETUYECKUX 3aKOHOMEDHOCTEMH,
u ap. Ilyrem mocienoBaTesNbHBIX IPOBEPOK MOXKHO
OIIEHUTh BO3MOXKHYIO POJIb KaKIOM M3 9TUX COCTaB-
JIAI0IKX B (POPMUPOBaHNK HaO/II0IaEMOTO CXO/ICTBA,
U C OTpeNeJIeHHON 0Jiel BEPOSTHOCTU BHIYJIEHUTD
€T0 WMCTOPUYECKYI0O KOMITOHEHTY. BakHylo posb B
BBISICHEHUU IIPUPOIBI CXO/ICTBA M, COOTBETCTBEHHO,
B YCTaHOBJIEHUS BO3MOXHBIX POJICTBEHHBIX CBSI3€H,
WTPaeT Pa3AENbHOE PACCMOTPEHWE AaHAreHeTuJe-
CKONl W aJalTWBHOW COCTaBJISIONIUX CeMO(pUIe3a.
PexoncTpykiust cemoduiesa OIHOTO y3Jia BCETIA
MPEIToJaraeT OCTPOEHNE HECKOJIBKUX CXEM, COOT-
BETCTBYIONIUX PA3HBIM OTHOIIEHWSIM TPYIIIL.

IIpouedypa  Qunozenemuueckozo ananusa
CTIOXKHBIX MOP(}O-DYHKIIMOHATIBHBIX y3JI0B TpeN-
CTaBJIsIeT cOOOM IOCIEeL0BATENbHOE BBIABUKEHUE U
IIPOBEPKY Pa3HOTO pojia THIOTe3. Bce HaumHaeTcs
¢ TpaHchOPMAITMOHHON TUIIOTE3BI, B COOTBETCTBUU
C KOTOPOI OCYIIECTBJISIETCSI BBIIEJIEHWE U TOMO-
JIOTU3AIMs] TPU3HAKOB. 3aTeM IOCJIE0BATETHHO
BBIJIBUTAIOTCSI W TIPOBEPSIOTCST «aHAT€HETUYECKASTY,
«(YHKITMOHATbHASY, <«aJANTAI[MOHHAS> THIIOTE3HI,
B pe3yJbraTe MPOBEPKH KOTOPBIX BBICTPAUBAIOTCS
[IPEACTABIEHUS O JIMHUAX MOPGhO-OGHOIOTUYECKOI
crelnyanu3aliy paccMaTpuBaeMoro ysma. U 3a-
BEPIAETCST AHAJIU3 TIOCTPOEHUEM 3BOJIOIMOHHOTO
CIleHapHs IIyTeM OOOCHOBaHMs SBOJIOIMOHHOW U
(unoreneTyecKoi rumMOTES.

MeTomo0s10rnY€ecKie OCHOBBI PEKOHCTPYKIIH
¢dunorenesa B pamkax Mop¢o-0HOIOrHIECKOTO
HaIpaBJIeHUS

Mertomoiornyeckrie OCHOBBI PEKOHCTPYKITUH (hu-
JIoTeHe3a B paMKax MOP(0-610IOrMYECKOr0 HallpaB-
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JIEHUSI BO MHOTOM CXO/THBI C TAKOBBIMH KJIACCUYECKOI
¢dunorenerriku. OCHOBHBIE PA3JIUYUS TIPOSBIISIOTCS
B TOM, YTO B paMKaxX MOP(0-6HOIOrHYecKoro moj-
XO0JIa, aHATN3 0OBEKTA OCYIIECTBIISIETCS C MO3UITHHA
1[€IOCTHOCTHI

B kpaTkoM U3JI0:KE€HIH OCHOBHBIE METO/IOIOTHYE-
CKHE TIOIOKEHUS CBOJISITCS K CJIEYIOMIEMY.

@usoreHeTyecKnii aHaIM3 B paMKax O0OCYXK-
JIaeMOTO TO/X0/[a OCHOBAH HA TPH3HAHWUU MPHUCIIO-
COOMTEIBHOTO XapaKTepa dBOJMIONUKM W UCIOJb3YeT
HIMPOKYIO TPAKTOBKY (pUIOreHe3a.

Pexoncrpyknus ¢usoreHesa OCyIIecTBIISIETCS
Ha OCHOBE OIIpe/IeJIEHUs] TOMOJIOTHH ¥ BBISICHEHUS
HaMpaBJIeHUH TPe0OPA30BAHUH IENOCTHBIX CUCTEM.

IMoaGop NPU3HAKOB [JI OIMCAHUU CHUCTEMBI
¥ KDPHUTEPUN WX TOMOJIOTH3AIMU HPOU3BOAUTCS B
OOTBETCTBUHY C TUIIOTE30M O TEHE3UCE CUCTEMBI U 3a-
BUCHT OT IleJIell UCCIIEeIOBAHMS.

HamnpasieHHOCTh Pa3BUTHUST OIIEHUBAETCS YEPE3
MPU3MY M3MEHEHUI CHCTEMbI KaK I[eJIOTO U OTIpesie-
JISTETCST HATIPABJIEHWEM CIIEI[MAJM3AIAN U TTOBbIIIIe-
HUEM ee YPOBHA (T.e. OT MeHee MPUCTIOCOOTIEHHBIX B
KOHKPETHOM HaIpaBJieHuu K GoJjiee IIpUCIocoO/IeH-
HBIM) C YYETOM CTPYKTYPHOTO YCOBEPIIEHCTCOBAHUS
CHCTEMBI. DTU KPUTEPUU OTHOCUTEJIBHBI, U BHE KOH-
TEKCTa TPYIIITBI MOSKHO TOBOPUTS JIMIIE O Gojiee uin
MeHee BEPOSITHOM HAITPaBJIEHHOCTH TIPOIIECCa.

PoxcTBo OLIeHMBAETCS KakK B aOCOMIOTHOM (4epes
OTHOIIEHUST <IIPENOK-TIOTOMOK» ), TaK U B OTHOCH-
TeabHOU (opMe (Yepe3 OTHOIIEHWS CECTPUHCKUX
TpyII).

Monoduinst TOHUMAETCS B MIUPOKOM CMBICJIE —
KaK TOJIO- ¥ TapahuiIus.

Teneanoruyeckue OTHOUIEHWS BbBISICHSIOTCS B
XO/le PEKOHCTPYKIIMU aflaliTarene3a, yepes (anbcu-
(ukanuio runoressl 0 MOHOGUIUU TPYIIIBI, TyTEM
060CHOBaHS HE3aBUCUMOCTH JIMHUN PA3BUTHSL.

PoxcrBo BBISIBISIETCSI IO CXOACTBY, HO HE IO
COBOKYITHOMY CXOJICTBY: IIPU3HAETCSI HEPABHOIIEH-
HOCTh TIPU3HAKOB [IJIsI YCTAHOBJIEHUSI POJICTBEHHBIX
OTHOIIIEHUH, TPUYEM 3Ta HEPABHOIEHHOCTh Kaca-
€TCsI CYIIHOCTHBIX XapaKTePUCTUK PU3HAKOB. /s
OL[EHKM HE3aBUCUMOCTU (DUIETUYECKUX JIUHUI
3HAYUMBIMY CUMTAIOTCS] AANITUBHO WHTEPIPETHUPY-
eMble MPU3HAKY, OTPaXKalolue CIocod peansaluu
amanraiun. [ 060CHOBaHUS MOHOMUIMU 3THUX
JIUHUH, pelaioniee 3HAaYeHUE UMEIOT CTPYKTYPHBIE
npu3Haky (YHKIMOHATBHO HE WHTEPIIPETUPYEMBIE
B paMKaxX pacCMaTPUBAEMOIl afalTaiuy, HO YCTOIi-
YHBO IIPOSIBJISIIONINECS B OIIPe/IeJIEHHO! IPyIIe. JTO
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MPU3HAKY, OTPAKAIONINE CITOCOD Pean3aluu afiar-
TaIH, BKJIIOYAs ¥ CJIeIBl IPEIbIAYIINX aIalTallni,
WJIH MTPU3HAKHY, OTIMCHIBAIOIIIE [JIAH CTPOeHusT (=6a-
30BBI€ 3JIEMEHTHI ) KOHCTPYKIuU. B pacueT mpuanMAa-
€TCsI CXOZICTBO He TOJIBKO II0 allOMOP(HBIM, HO, TIpU
OTIpeJIeJIEHHBIX YCJOBUSX, W TI0 IIJIE3NOMOPGMHBIM
npusHakaM. OIleHKa MOJSIPHOCTH NPU3HAKOB W UX
B3BeIINBaHNe OCYI[ECTBIISIOTCS allpUOPHO.

PaccmoTpuM HanGosiee BasKHbIE U3 9TUX MOJIOKe-
Huii 6oJiee MOAPOOHO

Bsi6op u uaenTuUKanusa IPU3HAKOB

Kirouesas mpobieMa B puIoreHeTrKe — Ipobema
BBIOODA, MAEHTU(UKAIIMYA U TOMOJIOTM3AINH IPU3HA-
koB. [lake aHAMM3UPYST CTPYKTYPY, KaK I€TOCTHBIN
0OBEKT, 711 OIIMCAHNSA €€ «Pa3OMBaIOT» Ha OTAEIbHEIE
aIeMeHThI Ui npusHaku. OT IPaBUIBHOCTH BHIOOpa
TPU3HAKOB M TPaMOTHOTO ONMHUCAHWUS KOHCTPYKIUU
3aBUCHUT HA/IEKHOCTHh U IOCTOBEPHOCTH MOJTYYEHHBIX
PEKOHCTPYKIMI (CIEeNHUATbHOE UCCIEOBAHUE ITOTO
BOIIPOCA C TPUMEHEHNEM KJIATUCTUIECKUX METOJIOB —
cm. Neff 1986, ITassmtoB u ap. 1993).

Msb1 paccmMaTpuBaeM TIpU3HAK HE KaK HEKUU
OYEpYEHHBIN B IPOCTPAHCTBE MATEPUAIBHBIN OOBEKT
WU €ro CBOMCTBO, a KaK 3JIEMEHT, ITO3BOJISTIOIIHI
OTMCAaTh ONPEeJEeJIEHHBI aCIeKT OTHOIIEHWH CHCTe-
MBI, T.€. KaK <TUIIOTe3y», KOTOpasi 3aBUCHUT OT IleJIeit
uccaenoBanus. Hampumep, A7 OIIEHKU pa3induii B
KauyeCcTBe IPU3HAKOB MOTYT OBITh MCIIOIb30BaHbI JII0-
Oble 0COOEHHOCTH, KOTOPBIE OTIMYAIOT OAUH OOBEKT
oT apyroro. /[y peKOHCTPYKITHs TPOIecca, B POJIU
[IPU3HAKOB OYAYT BBHICTYIIATh T€ SJIEMEHTBI, KOTOPBIE
3TOT MPOIIECC OTIPEAEIISIIOT ¥ OTTUCHIBAIOT.

[TosToMy, mTpu PpPEKOHCTPYKINU (DUIOTEHE3A,
KOTOpBIM peanm3yeTrcs depe3 TpaHCHOPMAIIUIO
onuux GopM B APyTHe, HpoIeaype BoIGOpa MpH-
3HAKOB IIPE/IIECTBYeT BBIIBIKEHHWE THUIIOTE3BI
TpaHcgopManuy MOPQHOJOTUIECKON CHUCTEMBI Kak
[eJIOCTHOTO 00beKTa. ITa TumoTe3a GopMyIUPyeTCs
Ha OCHOBE OONIMX MPEICTABJIEHUHA O KOHCTPYKI[HH
aHAJIM3UPYEMOM CHUCTEMBI, IPUHIUIAX €€ PaboThI, U
IIPEAIIOI0KEHUAX O MPOIECCaX, KOTOPHIE MOIJIA ObI
BBI3BaTh HabIofaeMoe pasHooGpasue. A IPU3HAKK
BBIZIEJISIIOTCS. KaK 3JIEMEHTHI, IT03BOJISIIOIINE OIIHCATh
3Ty TpaHchopmanuio. ViMeHHO BBIOGOD npouecca
onpedensem 6vi00p NPUSHAKOS U OUEHKY UX 3HAUU-
MOCMU, OH K€ OIPENEIsieT U BBIOOP MPAaKTUYECKOTO
KPHUTEPUS UX TOMOJIOTU3AIINH, U TIO3BOJISIET OIIEHUTD
HAIIPaBJIEHHOCTh IIPE0OPa30BAHUI B COOTBETCTBUH C

E.T'. IToranosa

MPENCTABIEHUSIMU O MOP(HOJIOTUIECKOM U (DYHKITH-
OHAJIPHOM COBEPIIEHCTBE CUCTEMBI Kak I1esioro. 11 B
COOTBETCTBUY C BHIOPAHHOM TUIIOTE30i MOAOMpaeTcs
KOMILJIEKC TTPU3HAKOB, TI03BOJISTIONINI /IaTh a/[eKBaT-
HO€ OIMCaHKMe KOHCTPYKIMYU ¥ ee pasHoobpasuio. U
TaKWX KOMILJIEKCOB MOJKET OBITH HECKOJIBKO.

[osicHio ckazanHOe Ha mpuMepe. PasHoo6Gpasie
CTPOEHHST MAaCTOUIHOTO OT/EJA CIyX0BOro GapabaHa
(aHaaM3 KOTOPOTO IUPOKO HPUMEHSIETCS UIsT 06-
Cy’KIEHMsI TIPOOIEM CUCTEMATUKU U (DUIOTEHETUKI
HEKOTOPBIX IPYIIT MJIEKOTUTAIONINX ), BRIPAKAETCS B
HAJIMYMAY Pa3HOTO KOJIMYECTBA IOJIOCTEH, pas/eieH-
HBIX ITEPETOPOIKAMHU, KOTOPbBIE PA3IMIAIOTCST pa3Me-
paMu, pacroJioXKeHNueM 1 HakJIoHOM. /[yt romostoru-
3aIU¥ TUX HJIEMEHTOB BBIIBUIAETCS THIIOTE3a 06 UX
(bopMHpOBaHUM, COTIACHO KOTOPOM, KaMepPBl — 3TO
pe3yJITaT IPOHMKHOBEHUSI B MacTomz GapabaHHOM
MOJIOCTU. DTO MTPOHUKHOBEHHNE MPOUCXOAUT PASHBI-
MU MyTSIMU U C Pa3HOIN MHTeHCUBHOCTHI0. Ha MecTe
BCTpeur «(hPOHTOBY ITHEBMATU3ANUY (POPMUPYIOTCS
neperopofiku. VIMEHHO TIyTH IMTHEBMATHU3AIUU U UX
WHTEHCUBHOCTD OIIPEENSIIOT PasMephl IOJIOCTEN U
mapamMeTpsl [EPErOpofioK (pa3Mephl, TIOJOXKEHHE,
HaKJIOH ¥ 11p.). BeIOpaB B KauecTBe KpUTEPHS WIEH-
TU(PUKAINUY TOJIOCTEH — Ty Th MX (DOPMUPOBAHUST, MBI
MO>KEM TOMOJIOTU3UPOBATH U TIEPETOPOIKH.

Ha panHOM mpuMmepe, BUHO, YTO OIKCATh KOH-
CTPYKIIUIO MacTOM/Ia MOKHO C MTOMOIIBIO, TI0 Kpai-
Hel Mepe, IBYX KOMILJIEKTOB MPU3HAKOB — OJINH OIIH-
CBIBA€T TIOJIOCTH, JPYrod meperopoiku. B manHOM
cllyyae TIOHMMaHUeE CYIECTBAa IPOIECCA II03BOJISET
HE TOJIbKO TPaMOTHO BBIOPAaTh HEOOXOAUMBIE M [0-
CTaTOYHbIE IPU3HAKHY JIJIS OTIMCAHMS, HO U U30€XKaTh
ny6IMPOBAHUSI, KOTOPOE MOXKET BO3HUKATh, €CJIU
OJTHO ¥ TO K€ CBOMCTBO Gy/IET OTPAsKEHO BAXKIBI TT0-
cpezncTBOM (OPMATU3AIINY PA3HBIX TIPU3HAKOB.

ITocKOJBKY IpPU3HAKK IIPEINCTABIISIOT COOOK
vepapaxuyeckyl OpraHM30BaHHOE MHOXKECTBO, B Ka-
YecTBe NMPU3HAKA MOJKHO PACCMATPUBATH U CJIOKHO
OTPaHMU30BAHHBIN CTPYKTYPHBIH SJIEMEHT, HATIPHMED,
THUI CTPOEHUST MACTOU/IA.

OnHuM ©3 TIPEUMYIIECTB PACCMATPUBAEMOTO
HOJXO/, SBJISIETCS] BO3MOKHOCTD 0OOCHOBAHHO OI1e-
HUBATb MPU3HAKK TI0 (PYHKIIMOHATBHOW 3HAYMMOCTH
(T.e. IO UX BJIMSHUIO Ha XapakTep U 3 PeKTUBHOCTD
dbyHKIIMN) M IO «bUIIOTeHETUYECKOMY Becy» (T.e. IT0
YX 3HAYUMOCTHU [IJisi PEKOHCTPYKIIMU TEHEAToTnde-
CKHX OTHOIIEHUN ).

B paccmoTpeHHOM BbIllie TIpuMepe ¢ (HYHKIIMO-
HAJIBHOW TOUKU 3PEHMS 3HAUNMBI U3MEHEHUsS 00beMa



Mopdo-6ronorndeckuii moaxoa B PUIOTEHETHKE

MIOJIOCTEH, TOTZIA KaK KOHKPETHBINA IMyTh UX (HOPMHU-
POBaHUS B 3HAUUTEIBHON Mepe OIPeZeISIeTCS <UCTO-
PUYECKUMI»> TPHYNHAMU.

«DunoreHeTHYECKHil BeC»> MPU3HAKA

«@DusoreHeTHYecKUii Bec» IPU3HAKA OIIPEe-
JISIETCS «HAJIEeKHOCThIO TIPU3HAKOB B OTPAKEHUU
POZICTBEHHBIX OTHOIIEHWI MEXKIY TAKCOHAMU U UX
BRKHOCTBIO B OIIEHKAaX CXOJICTBA MEXKIY OPraHu3-
mamuy. Onpenenuts (GUIOTEHETUYECKUN BEC TIPU-
3HAKOB, 3HAYNT, ONPEAETUTh BEPOSITHOCTh TOTO, YTO
CXOJICTBO 9THX TPU3HAKOB 00YCJIOBIEHO OGIHOCTHIO
mpoucxoxaenns (CrapoboraTos 1989).

OnHO3HAYHOU CBA3U MEXAY (DUIOTEHETUIECKUM
BECOM TIPM3HAKOB M WX (DYHKIMOHATIHHOMN 3HAYM-
MOCTBIO M CJIO)KHOCTBIO OpraHusaiuu Her. MHoroe
3aBHCHT OT 11eJI0TO psiza pakTopoB. OmHAKO B caMOM
o0IIeM BHIE MOXKHO CKa3aTh, 4TO (DHIOTEHETHYE-
CKHI1 BEC CJIOKHBIX TPU3HAKOB BBIIIIE, Y€M ITPOCTHIX.
Uro KacaeTcs QUIOTEHETHYECKOTO BECA ATAITUBHBIX
¥ HEaJaNTUBHBIX, QYHKITMOHAIBHO-3HAYNMBIX U He-
3HAYMMBIX MTPU3HAKOB, TO B Pa3HBIX HAIIPABJIEHUSIX
(putoreHETUKY OH OIEHUBAETCS TI0-PA3HOMY.

B pamkax KaoreHeTUYeCKOTO U 9BOJIOIUOHHO-
MOP(OJIOTUYECKOTO HAIMPABJIEHUH KJIACCUIECKOU
dbunoreHeTrky 60jiee 3HAYMMBIMU CYMTAIOTCS IIPU-
3HAKHU, He CBSI3aHHBIE C aIaNTaIusIMU. VX Taxe Ha3bI-
BaOT «(UIOTEHETUIECKUMUS> U TIPOTUBOIIOCTABJISIOT
«aIaITUBHBIMY> TIpu3HakaM. IloguépKuBaercsi, 4TO
«(unoreHeTU4ECKe»> MPU3HAKU TPEUMYIIIECTBEHHO
KOHCEPBATUBHBL: OHU YHACIEAOBAHBI OT OJIMKANIIIX
WU OTIQJIEHHBIX MIPEKOB U IOTOMY CBUIETEIBCTBY-
0T 0 (PUIOTEHETUYECKON OOUIHOCTU WX TIOTOMKOB.
Taxoii moaxoz 66171 BriepBble onpeené emé U. Jap-
BuHOM (cM: JlapBun 1939).

Mopdo-61osornueckoe HalpaBjeHHe IPU BbI-
NeJIEHUM HE3aBUCHMBbIX (DUIETUYECKUX JIMHUU OT-
JIaeT TIPEAMOYTEHNE AJATITUBHO UHTEPIIPETUPYEMbIM
MPU3HAKAM, TOCKOJbKY MpPeoOpa3soBaHUs WMEHHO
STHUX IPU3HAKOB OIPENEISIOT HATTPABIEHHOCTD U X0/
amanrtarene3a (IOmun 1970, 1974). IIpu pemennn
BOITPOCA O MOHO(MDWJIMY 3THX JIUHUH, TaK Ke KaK U B
KJIACCUYECKO# (uioreHeTHKe, Hanbojee 3HAYNMBbI-
MU OKa3bIBAIOTCS aJaNTUBHO-HEUTPATbHBIE Iapa-
METPBI, XOTSI B PacyeT IPUHUMAIOTCS W aJAIITUBHO
3HAYMMbIe TPU3HAKYU. [IpryeM B CHITy XapaKTepHOTO
NI TAHHOTO TOJXOMa IEJIOCTHOTO PACCMOTPEHMS
KOHCTDPYKIIMH, KaK IIPABUJIO, 3TO OYAYT He OTAEIbHBIE
TIPU3HAKH, 2 UX YHUKAJIbHBIE KOMILIEKCHI, KK IbIH 13
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KOTOPBIX BBICTYTIA€T B POJIH CJIOKHOTO ¥ (bUIoTeHe-
T4IecKu 6osiee BECOMOTO amoMOpgHOro mpu3HaKa.
Ho mase B ToM city4ae, KOT/Ia TPYIIIbl 00beIMHAIOTCS
B €IHYIO JIMHUIO HA OCHOBAHUY CXOZICTBA KOMILJIEK-
Ca aJalTUBHBIX TPU3HAKOB, 00A3aTEIbHOM ABIAETCS
OI[eHKa BO3MOXXHOW TOMOIIJIA3UH 3TOTO CXOJICTBA. B
TeX CJIydYastX, KOTJ[a aallTUBHOE CXO/CTBO IIPOSIBJISI-
eTcs Ha (hoHe pas3anynii 6a30BBIX 2JIEMEHTOB, TPYIIIIbI
paccMaTpHuBalOTCS KaK He3aBHCHUMEBIE.

ITo pesynsraTaMm MOp(hO-GHOIOTHYECKOTO aHATIH32
(rtoreHeTHUECKYIE TTOCTPOEHUSI MOKHO IPOBOIVTH
IyTeM aHaIN3a IIPU3HAKOB C IPIMEHEHNEM METOOB
KJIACCHYECKOl (DUJIOTEHETUKY WJIN KJIAIMCTHKY, HO
y>Ke TI0 [pyTUM npaBuiaM. B aToMm cirydae onenka ¢u-
JIOTEHETUYECKOTO BECA MPU3HAKOB Oy/IeT MHast, COOT-
BETCTBYIOIAs! MI€OJOTUY BEIOPAHHOTO HAIIPABJIEHMSL.

ApI'yMeHTaIII/lﬂ B OII€HKE POACTBCHHBIX OTHOIIEeHMIt

Pexonctpykiusa cemodunesa Mopdo-byHKIMO-
HAJIBHOTO y3JIa OCYIIECTBJISIETCSI ITyTEM BbIIETE€HUS
060COGIEHHBIX JIMHWH Pa3BUTUS W TOCTEAYIONER
OIIEHKU XapaKTepa CB3€il MEXKIY HUMMU.

CaMOCTOATETbHBIMA ~ CYUTAIOTCST JIMHUY, IS
KOTOPBIX XapaKTePHBI pa3Hble HAIPaBJIEHUs aall-
THUBHOW CIeNUAaTN3aI PACCMAaTPUBAEMOTO y3JIa, a
TaKXKe JUHUK, B KOTOPBIX CXOHbIE MOpGhOoIoTHYe-
CKHe€ a/IATITAINY PEATN30BaHbI PA3HBIMHU CIIOCOOAMHY.

[pynmbr pasHOTO YPOBHSI MIPOABUHYTOCTH, OTHO-
CSIIHECS K OTHOMY HAIPaBJIeHUIO MOPGHOTOTHYECKOU
CIeNATN3alY, B COOTBETCTBUU C IIpe3yMIIIIHen
POZICTBA, TEPBOHAYAIBHO PACCMATPUBAIOTCS KaK WJIe-
HBI OZHOM (pumeTndeckoit suauu. OHU MOTYT GBITH
IPU3HAHBI 060COOJEHHBIMU B CIydYae: a) €Cau OHM
Pas3IMYaroTCs 10 6a30BbIM XapaKTEPUCTHKAM y3J1a; 0)
€CJIA YIAETCS TOKA3aTh, YTO CXOACTBO KOHCTPYKIIUU
y HUX 00YCJIOBJIEHO Pa3HBIMU 9KOJIOTHYECKAMHU (aK-
TopaMu (HaIpuMep, B TeX CJIy4asiX, KOT/Ia OMUH U TOT
JKe MEXaHW3M 33JIefiCTBOBAH [JISI PEleHUs Pa3HBIX
9KOJIOTUYECKHUX 327124 ); B) €CJIH TIPEIIOJIATAETCS, YTO
CXOZCTBO 00YCIOBJIEHO TIPOSIBJIEHIEM MOP(OTEHETH-
YeCKUX 3aKOHOMEPHOCTEH WM OIPENessieTcsl Ipo-
CTPaHCTBEHHBIMU OCOGEHHOCTSMM aHAJIM3UPYEMOTO
Y3714, OTPAHNYNBAIOIINMI BO3MOKHbIE CTPYKTYDHBIE
peteHust GyHKIUOHATBHON TIPOGIEMBL.

B3auMoOTHOIIIEHNST OTAENBHBIX (DUTETUUECKUX
JIVHUI yCTaHABIMBAIOTCSI HA OCHOBE CXOZCTBA IIPH-
3HAKOB, KOTOPbIE OTPAXKAIOT CIIOCOO peaTM3aIiy
aJIaNTaliK, WM HA OCHOBE CXOJCTBA GA30BBIX BIle-
MEHTOB KOHCTPYKITNH, OMPEAEAIONIUX IJIaH CTPOe-
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HUS paCCMaTPUBAEMOro y3ia (cM., Harpumep, I0ann
1965; Iloramosa 1998, 2000, 2005; Poccomumo u
ap. 2001). EaurcTBO mMyTelt TpaHchOopMaIuy IIaHa
CTPOEHHUST MOKET OBITh PEIIAONINM APTYMEHTOM ISt
MPU3HAHWST MOHOMDWJINU TPYIII, IIPU YCIOBUH, YTO
B JPYTHX TPYIIax HAIIPaBJIEHHOCTh €r0 N3MEHEHUH
nHas. Ha ypoBHe OT/IeIbHBIX IIPU3HAKOB «ILJIAH CTPO-
€HMsI» BKJIIOYAET B ceOsl He TOABKO alloMOP(HBIE, HO
¥ TLI€3NOMOP(HBIE IIPU3HAKHL.

OcHoBaHveM i1 OObeIUHEHMs JIMHUA MOMKET
CJIY’KUTh ¥ HAJIYKE CIIEZI0B OOMIEH «ITPEIKOBOM aiar-
tanun> (Kopsyn 1981, 1996; Dzerzhinsky 1995; u
IIp.), T.€. TIPU3HAKOB, KOTOPBIE OTIPEIEISLIH CIEI(u-
Ky aJIalTalluy MPEZIKa, a Y MOTOMKOB SIBJITIOTCSI OCHO-
BOH, Ha KOTOPOW OCYMIECTBJISIOTCS clielududecKre
IS KasKI0M M3 TPYIIN aJaliTUBHBIE TPE0OPa30BaHML.

ITockonbKy pOACTBEHHbIE CBSI3U YCTAHABJIU-
BAalOTCSI HAa OCHOBE aHajM3a CXOJACTBA, OIEHWUTDH
B3aMOOTHOIIIEHUS TPYIIII, Pa3BUBABIIMXCS B Pa3HBIX
HaIpaBJIEHUSIX U TI0J BO3JEWCTBUEM Pa3HbBIX (ak-
TOpOB, ObIBaeT BechbMa 3aTPYyAHUTENbHO. [myOuHa
MOP(dOTIOTUYECKUX PA3IUYUN [TO3BOJISIET OIEHUBATD
JIVIIITh UX aHAT€HETUYECKOE CBOe0Opasue M HUYETO HE
TOBOPHT O CTEIIEHU MX POACTBA.

IBOIOIMOHHBIIH ClleHapUii

ITo pesynbraraMm MOP(O-GUOTIOTHIECKOTO WC-
CJTEIOBAHMST CTPOUTCSI HBOJIOIHOHHBIN CIEHAPUIA,
BBIPDKEHHBIN B (hOPME CIOBECHBIX TOBECTBOBAHUIT
wuin B (hopMe TpadUIecKUX CXEM ajlanTareHe3a Mop-
bo-pyHKIMOHATIBHBIX CHCTEM. B Teopuu OH [0/KEH
COOTBETCTBOBATh TUIOTe3€ O (DUJIOTEHUN KOHKPET-
uowt rpymmsl (I0mun 1965, 1974). OxHako Ha Tpak-
THKE OH YaCTO COOTBETCTBYET He (PUIOTEHETUYECKOU
TUIIOTE3€, a HBOJIIOIIMOHHOIA.

ODuioreHeTHYecKasi THIIOTe3a JOJDKHA OTpa-
JKaTh UCTOPUIO PA3BUTHS AANTAINil B KOHKPETHOU
rpynne (T.e. cemodunes Mopdo-QyHKIMHATEHOTO
y3J1a) U MIOTOMY CTPOMTCS Ha OCHOBE aHAJM3a 3TOM
TPYIIIIbI, TIPEICTABIEHHON TI0 BO3MOKHOCTA MaKCH-
MaJIbHO TIOJTHO.

IBOJIIOIMOHHASI TUIIOTE3a — OTPaXkaeT MOTEH-
IHAJIBHO BO3MOKHBIE B3aUMOCBSI3U MopdoioTnye-
CKUX a/IalITAllHi, TOCIe0BATEIBHOCTh NX CTAHOB-
JIEHWSI U CMEHBL. JTa TUIOTE32 MOXKET CTPOUTHCS
¥ BHE KOHTEKCTa KOHKDETHOHN TPYIIIBI, HA OCHOBE
CPaBHEHUS HEPOJACTBEHHBIX MOJEIBHBIX (OPM C
PasHBIM THUIIOM U Pa3HBIM YDOBHEM paccMaTpUBae-
MO afiaIrTaiuu.

E.T'. IToranosa

B mpouexype ¢uioreHeTUYeCKUX PEKOHCTPYK-
Ui B paMKax MOP(0-OGHUOJIOTNYECKOT0 HAIPABJICHHUS
SBOJTIOIIMOHHAST THIIOTE32 TPEANIECTBYET (DUIOTEHE-
THYECKOH.

[IpumepoM MOCTPOEHUs 3BOJIONMOHHON THIIO-
Te3bl MOXKET CJIYKUTh HEJIaBHO IPOBEIEHHOE OYEHb
WHTEPECHOE WMCCJIEOBAaHUE TI0 CTAHOBJIEHUIO TI0JIETA
y pyxokpsuabix (ITantoruna, Kopsyn 2009; Ilantotu-
Ha, Kop3y#, Kysueros 2010, 2011).

Ha ocHoBe cpaBHeHUSI HEPOACTBEHHBIX (OPM C
PasHBIM THUIIOM JIOKOMOIIMH (TyTaiiu, IepCTOKPhLIA
U HECKOJBKUX BUIOB PYKOKPBLIBIX), GBI MOCTPOEH
CIleHapuii Iepexofia OT KBaJIPYTeAATbHOU JIOKO-
MOIIMM K MAIyIeMy IIOJIETY, B KOTOPOM Haii/leHO
(YHKIMOHAIBHOE ¥ 9KOJIOTHYECKOE OOBSICHEHHE TI0-
CJIef0BaTeIbHOCTY TIpe/ijlaTaeMbIX TUIIOTEe301 cTaani
pa3Butus agantaiuii. Ilokazano, 4yTo MopdoJoru-
YECKUMU TIPEIIOCHIKAMH TAKOTO TEePeXo/ia IOCITy-
JKUJIU ZIOPCATTBHOE CMeTeHre JIOTIATKU U M3MEHEeHre
nosioxenust 3y6uaroit mpimngel. OHM Jaam crapt
[IETIOYKE TIOCTET0BATENBHBIX MOP(hO-(PYHKIIMOHATb-
HBIX COOBITHIi, B KOTOPOH Ka)KI0€ IIPEAIIECTBYIONIEE
COOBITHE MIPEAOIIPEAEIISIIO TOCTeAyIomIee (CO3IaBaIo
MIPENTIOCHLIKHY JIJIST TIOCTIEYIOIIETO TIIara).

Bompoc o ¢umoreHeTHYeCKMX B3aMMOOTHOIIIE-
HUSIX UCCJIE0OBAHHBIX TPYIII, ECTECTBEHHO, AaXKe He
CTaBUJICS U HE MOT OBITh paccMOTpeH. J[Jist mepexoza
OT 3BOJIIOIIMOHHON TUIIOTE3BI K (DUIOTEHETUIECKOMH,
moTpebyeTcs CelUanbHblii aHAIU3 ¢ MHBIM 11000~
POM IPYIII CpaBHEHMs M OoJiee MHUPOKUM HAGOPOM
aHAJM3UPYEMBIX TIPU3HAKOB.

OpnHako nosyyeHHBIE B YIIOMSIHYTOM MCCJIEI0BA-
HUU PE3YJIBTAThl UMEIOT BBIXOJ U B (DUIOTEHETUKY
TPYHIIBI, TIOCKOJBbKY IO3BOJISIIOT IIPEATIONIOXKUTH,
KaKuM# MOP(HO-9KOJOTUUECKUMH OCOOEHHOCTSMH, B
ciiy4ae TIPaBOTHI IIPEJIOKEHHON THUIIOTE3Bl, JOKEH
006J1a1aTh IPEIOK PYKOKPBLUIHIX. [To aHaIorHH C 1ep-
CTOKPBLIIOM, C BBICOKON BEPOSTHOCTBIO €TI0 CJEIyeT
HCKATh CPEH CIENMATN3UPOBAHHBIX (POPM € 0COOBIM
CTPOEHHMEM JIOTIATKH, WCIOJB3YIOMUX COYETAHUE
ABYX CIOCOOOB TEPEeBMXKEHUS: IUIAHWPOBAHUE U
TepeIBIKEHNE Ha PACCTABJIEHHBIX KOHEYHOCTSIX .

3AKJIOYEHME

B03M0KHOCTH M OTpaHHYEHUS
MOpG0-(PYHKIIMOHATHHOTO aHAIN3a
B PEKOHCTPYKIMH (PUIOTEHETUUECKHX OTHOLIEHHI

ITonBenmem kpatkuii UTOT CKa3aHHOMY BhItIe. Vc-
XOJIS1 M3 3a]1a4 ¥ METOJIOB MCCJIEJOBaHMsL, «MOP(HO-61o-
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JIOTUYECKOE HAIPABJIEHUE> CJIEAYyET PAaCCMATPHUBATDH
He KaK HalpaBjieHue (DUIOTEHETHKU, a KaK pasfeln
MOPGOJIOTHH, KOTOPBIM 3aHUMAETCSI BCECTOPOHHUM
usydeHneM ananrtaiuii. OmpeneneHHble OTPaHUYE-
HUS JJIST €T0 TIPUMEHEHUsI B HEIAX (DUIOTEHETUKH,
BBITEKAIOT U3 OCOOBIX TPEOOBAHMM, HPENbSIBISIEMBIX
K MaTepuany U K 00beKTaM MCCaeqoBaHus. 110HO-
IeHHbIN aHaIM3 TPeGYeT 10 BO3MOKHOCTH IIUPOKOTO
TIPEICTABUTENBCTBA TPYIIIIBI ¥ CTPOUTCS HA U3YIEHUU
TOJIBKO CJIOXKHO OPTaHM30BAHHBIX KOHCTPYKIIHU.
Mopdosnoruyeckue agantaiuu, Kak MPaBUJIO, HaU-
Gosee SIPKO IIPOSBIAIOTCA Ha JOBOJBHO BBICOKOM
TaKCOHOMUYECKOM YPOBHE, Ha HH3KHX YPOBHSX
CUCTEMBI TIPUMEHEHHE PACCMATPUBAEMOTO TIOAXOA
MOKET OKa3aThCsl HEBO3MOKHBIM, JHOO CIMIIKOM
YMO3PUTETBHBIM. XOTSI, OIBIT HAIITMX WCCJIEJOBAHUI
MOKAa3aJl, YTO B 3aBUCUMOCTH OT CIEIU(bUKY TPYTITIBI
u crenGUKY BIODAHHOM JIJIS aHAJIM3a KOHCTPYKIIUK
METOJI, YCIIEIIHO MOKET OBbITh IPUMEHEH M Ha POIo-
BoM ypoBHe (IlaBimroB 1 ap. 1990; Poccosmmmo u zp.
2001; TToramosa 2005, 2009; u ap.).

BecciopHa 3HAYMMOCTh 9TOTO TOAXOAA JJISI
aHaJIM3a aJaITUBHOM M aHATeHETUYECKOM COCTaBJISI-
fonux ¢usorene3a. OHAKO €r0 MOXXHO IPUMEHSITh
W JIJIST PEKOHCTPYKIIMY POACTBEHHBIX CBSI3€H TPYyII,
[IPaB/ia, B 9TOM OTHOLIEHUH €r0 BO3MOKHOCTH OoJjiee
OTPaHUYEHBI.

Mopdo-6uoornueckuii anaius HauboJiee CoCTo-
sITeJIEH B BBIIEJIEHUN OTAEIbHBIX JUHUN Pa3sBUTHS,
M, YTO Ba)KHO, ITO3BOJIIET OXapaKTePU30BaTh UX CO-
nepxarenbHo. CylecTByomasi HeOIpPeneIeHHOCTDb
TIPU PEIEHNY BOIIPOCA O B3AaUMOOTHOIIEHUY JIMHUN
CBsI3aHa C TIOTEHITNAIHHO BHICOKMM YPOBHEM KOHBED-
TeHITUiT 1 apajuieu3MoB MOPGhO-DYHKITMOHATBHBIX
cucteM (IIPUYEM HE TOJHKO HA YPOBHE OTIETbHBIX
3JIEMEHTOB, HO Ja’ke UX KOMILIEKCOB), a TaKXKe C He-
PaBHOMEPHOCTBIO TEMIIOB 3BOJIIOIIUU ITUX CHCTEM,
KOTOPBIE MEHSIOTCS KaK OT IPYTIBI K TPYTITIE, TAK 1 HA
Pa3HbBIX 3Tarax 3BOJIOIMY OHOU U TOH ke TPYIIIIBL.

PekoHCTpYKITUS TeHeaJOTHYEeCKUX OTHOIIEHUI
Tpebyer 0co60ro MOAXO0a ¥ BO3MOKHA C TIOMOIIBIO
CITEIMAJIbHOIO aHA/IN3a, METOLOJOIMYECKIE OCHOBBI
¥ IPUHIMIB KOTOPOro OBLIM OMNKMCaHbI Bhime. Ha
IIpaKTHKE TIPOIeAypa aHaImu3a TpedyeT coOMoeHus
OTIpe/IeJIEHHBIX TIPABUJI B TIOCJIEIOBATEFHOM BBIZIBU-
JKEHUY THIIOTES.

OminunTenbHas 4epra MOPQO-OHOJIOTHIECKOTO
MOIX0/Ia 3aKJII0YAETCS B TOM, YTO OH OCYIIECTBIISET-
CsI Ha OCHOBE M3yY€eHUsI KOHCTPYKITUY KaK I1eJIOCTHOM
CUCTEMBI. DTO 3aMETHO CHUKAET BO3MOKHOCTH (op-
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MaJIM3ally AHAJM3a, HO 3aTO MOBBINIAET €T0 HAIEXK-
HOCTb, TIPEJIOCTABJISISI JOTIOJHUTEIbHBIE KPUTEPUH
[IPY PENIEHUH BOTIPOCA O MPUPOJE CXOACTBA — KOH-
BEPTEHTHOM (TIapaJLJIEIbHOM ) UK YHACIETOBAHHOM.

B onucanuy KOHCTPYKIIUHU KaK 1ETOCTHOTO 00b-
€KTa TOSBJISIETCS OYE€Hb BAKHBIN IapaMmeTp, KOTO-
PBIIl XapaKTepU3yeT B3aUMOOTHOIIEHUS OTAEIbHBIX
HJIEMEHTOB CHCTEMBI, HO HE CBOAUTCS K UX KOMOM-
Hatopuke. Kpome Toro, paccMoTpeHue KOHCTPYKIIUU
C TO3WIUU ee IEJOCTHOCTH MO3BOJISIET OIEHUBATH
ee 10 cTerneH:u QYHKIMOHAIBHOTO (M aJalTUBHOTO)
coBepiierctBa. CpaBHeHWE MOP(HOJIOTHIECKOTO
cxo/cTBa DYHKIMOHAIBHO PAaBHOIEHHBIX KOHCTPYK-
U TaKXe BaKHO /IJISL OI[EHKU IPUPOJBI CXOACTBA.
U, nakoHell, MEJIOCTHBIN TOAXOM MO3BOJISIET IPU
CPAaBHEHUU aNe/INPOBATh K TaKOU XapaKTEPUCTUKE
CHCTEMBI KaK ee 00pas.

CiemyeT mpU3HATh, YTO B 9TUX OIIEHKAX MHOTOE
3aBHCHUT OT KBATU()UKANNY 1 UHTYHUIIAU HCCIEN0BA-
tesst. OMHAKO MHEHME O TOM, YTO PE3YJIBTAThI TAKUX
WCC/IeIOBaHWI HE BOCIIPOM3BOIUMBI U HEHAYYHBI —
HE COCTOSITETBHO.

JTo omHA M3 TPAAMIIUI B MO3HAHWU, CBSI3aHHAS
C IMATIEKTUKOM COOTHOIIEHUS] TOTO, YTO MOKHO Ha-
3BaTh <IPABWJIBHOCTHIO» U <«TOYHOCTBIO> 3HAHUS
(cm. Tomy6osckumii, 2000). Ito Tpaguuusa, KOTOpas
OTPa’KaeT CTPEMJIEHWE K I[€JIOCTHOMY BUAEHHIO U
CTaBUT BO IJIaBy yIJia TOWCK HamGojiee OOIUX U
CYIECTBEHHBIX 3aKOoHOMepHOcTel. OHa AuaTeKTH-
YeCKM TPOTUBOCTOUT [PYTOM TPAAUIIUHU, KOTOpas
CTPEMUTCSI K TOYHOCTH Ml MATEMATU3AIUY 3HAHMSL.

Bo3moskHOCTh (hOpMaIM30BaTh OMUCAHUE MOP-
bo-byHKIIMOHANBHON CUCTEMBI TO3BOJIET IPH-
MEHSITD JIJIsSI €€ aHAJM3a KOJUYECTBEHHBIE METOMBI
MPOBOJIUTh PEKOHCTPYKIMU (DUIoreHe3a HA OCHOBE
aHayiu3a IPU3HAKOB, €CTECTBEHHO, HA WHOW, COOT-
BETCTBYIOIIEH METOAY, METOJOJOTUYECKON Oase.
IIpu aTOM XapaKTEPUCTUKM HPU3HAKOB, TAaKUE KaK
MIOJISIPHOCTD, HATIPABIEHHOCTH U (DUIIOTEHETUIECK Ut
BEC, ONPEEJSIIOTCS B X0fie MOP(hO-OHUOTIOrNYECKOTO
aHaJN3a CHUCTEMBI KaK I[EJIOTO.

Mbi TpoGOBajiM  COMOCTABJIATh THUIIOTE3BI Ce-
Mobmiedsa  MOPGHO-PYHKIIMOHATBHBIX  CHUCTEM,
MOJIyYeHHBIE HAa OCHOBE MOP(hO-OHOTOTHIECKOTO
aHaJM3a, C pe3yJbTaTaMy KJIAJUCTUIECKUX DPEKOH-
crpykuuii (IToramosa 2000, 2005, 2005a; Pavlinov,
Potapova 2003; u 1p.). Kak mpaBuio, KaorpaMMBl,
MOCTPOEHHbIe (€3 TPeABAPUTENIBHBIX YCIOBHH ¢
YYETOM BCEX KATETOpUii IPU3HAKOB KOHCTPYKIUH,
B GOJIbIEN CTEMEHH COOTBETCTBOBAIM <«(DYHKIHO-
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HaJIbHOI» WM Ja’Ke «9BOJIOIMOHHOW> TUIIOTE3€, U
OTpakajii He POJCTBO TPYII, a UX OTHOIIEHUE TI0
YPOBHIO aJIalITUBHON CIIENMATU3AINY aHATTU3UPYe-
MOIT CUCTEMBI.

OnHaKo TIpeIBapUTEIbHOE <«ODAUPOBAHUE> W
«B3BeITMBaHUEY> TPU3HAKOB B COOTBETCTBUM C TIPEN-
CTaBJIEHHEM O CYTH aJIaliTareHes3a, MaloT Pe3yJIbTaThl,
BIIOJIHE COTIOCTABUMBIE C TIPEJICTABJIEHUSIMU O Ce-
Moduie3e pacCMaTPUBAEMOTO y37a, MOJy4YeHHBIMU
MpYA aHAJIM3€e CUCTEMBI KaK I[€JIOT0. DTO TI03BOJISIET
(c cooTBeTCTBYIOIIEH KOPPEKTUPOBKOI) TIPUMEHSTh
MaTeMaTUYECKUH anmapar KJIaAUCTUKH st ceModu-
JIETUYECKUX TTIOCTPOEHU.

KimoueBoit Bompoc 0 Tiy6uHe Mapaiein3MoB
B DasBUTHM AJANTUBHBIX KOHCTPYKIIWH, DEIIaeTcs
MPU CPaBHEHUU PA3JIUYHBIX ceModuiesoB. U xoTs
s He CKJIOHHA aOCOIOTU3NPOBATh «MOJIEKYISIPHBIES
(uorenuu, MCTOIB30BATh UMEHHO MX JIJISI TECTHPO-
BaHUs CEMO(UIETUIECKUX THIIOTe3, Ha CETOHSIII-
HUI JIeHb TIPENCTABJSIETCS BECbMa ITPOMYKTUBHBIM.
[IpenBapuTenbHblE Pe3yJbTaThl TAKOTO TECTUPOBA-
HUS BIIOJHE OOHAIEKUBAIOT.
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ABSTRAKT

There are two alternative approaches as to how to classify the biological diversity which are derivable either
from Plato and Linné, or from Procrustes. The former approach means “to cut nature at the joints” (along natural
borderlines), therefore “the character does not constitute the genus, but the genus the character”. The latter
approach denotes an apriori measure (a set of characters defined beforehand) which is applied to the diversity
(ignoring a possible immanent structure of the diversity). Each approach has its own merits, but the General
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Procrustes. Monophyletic continuum is considered to be the best to fit the aims of the System.
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Mup HACTOJIBKO CJIOKEH U MHOTOOOpaseH, YTo
0e3 kmaccupUKalMKM €r0 HEBO3MOXKHO II03HABAThH
U, COOTBETCTBEHHO, CYIIECTBOBATh U JIEUCTBOBAThH B
HeM. A 11esu Kaaccu(UKaIuy U aIeKBaTHOCTD €€ Me-
TOJIOB 9TUM ILIEJISAM OBLIM HELOCTATOYHO SICHO cop-

MYJMPOBaHbI M B IpomwioM, u ceituac (PacHuiibia
2002; 2008). ITompobyeM MPOABUHYTHCS HEMHOTO
ZIAJIbIIIE, VICTIOJIb3YSI OIIbIT, HAKOILIEHHBIH B TEUEHUE
mocaenHux gecatuaetuii (063op: IlaBauaos u Jlo-
Gapckuii 2010).
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InaBHBINM BONPOC KacaeTcsl allpUOPHBIX YCTaHO-
BOK, OIPENENISIONINX XapaKTep KIacCUbUKALINU.
KrnaccudpwunupoBarh, He ONUpasich Ha KaKWe-TO
AIIpUOPHBIE TIOJIOKEHUS, TO-BUIUMOMY HEBO3MOXK-
Ho. [To MeHbIIell MEPe MbI TOJIKHBI C/IEJIATh OCO3HAH-
HBII BBIOGOP: IUOO MBI IPUHUMAEM, XOTSI ObI B hopMe
TUIOTE3bI, YTO HAJIUYHOE pPasHOOOpasue WMeeT
BBIPQKEHHYIO CTPYKTYPY, KOTOPYIO CTOUT BBISBUTD
¥ WCIIOJh30BaTh IS Kiaaccupurmposanus. JIubo,
OTpHIIasi WU WTHOPUPYS CYIIEeCTBOBAaHUE TaKOU
CTPYKTYDBI, MBI HaKJa[blBae€M Ha aHAJIU3UPYEMOe
pasHooOpa3ue anmpropHyIo cxeMy. B mepBoMm ciydae
MBI cieryeM pekoMeHmanuu llinaToHa: aHaIM3MpPys
(T.e. MBICJIEHHO PaCUJIEHSIS ) IPUPOLY, HA/IO PE3ATH TI0
ee cownenenusiM (Hull 1983). Yo 210 3Ha4MT B IIpH-
MEHEHUU K CHCTEMAaTUKe OPTaHM3MOB, HECKOJBKO
nHOcKazarenbHO ommcan Kaps Jlunneit: <To, uto B
OITHOM POJie BXXHO [IJIsI YCTAHOBJIEHUS POJIA, B APY-
rOM — BOOOIIlE He UMeET 3HAYeHUs. 3Hail: IPU3HAK He
oTipeziesisieT PoJ, HO POZ — pHu3HakK. IIpru3Hak BeITe-
KaeT U3 pofa, a He pop u3 npusHaka. [IpusHak cyure-
CTBYET He JJIsl TOTO, YTOOBI YUPEAUTH PO, a IJIS TOTO,
4yTOOBI €ro Io3HaTh [omos3HaTh, — A.P]» (JIuHHeit
1989, §169). IT0 3HAUUT, UTO HeKasI TPYIIIA CHAYAIA
04YepurBaEeTCs, MyCTh IIPEeABAPUTENBHO W HETOYHO,
HO TI0 KaKVM-TO €CT€CTBEHHBIM I'DaHWIIAM, U JIUIIb
3aTeM BBISIBJISIOTCS €€ ANarHOCTUYECKUe IPU3HAKH.

[Inarony u Jluaneo mporuBoctout IIpokpycr.
Cienyst eMy, MBI CYMTAeM CYIIECTBOBAHWE MMMa-
HEHTHOW CTPYKTYPHI PasHOOOpa3usi COMHUTETbHBIM
WU HECYIIECTBEHHBIM I HamwmXx 1eseit. [loatomy
MBI KJIaCCH(MUIPYEM C IOMOIIBIO IIPU3HAKOB, BHI-
OGpaHHBIX 3apaHee COTJIACHO TE€M WJIM WHBIM arprop-
HBIM KpUTEPUSM. B aTOM ciIydae Mbl HaKJIaIbIBaeM
AIIPUOPHYI0 KJIACCU(UKAIMOHHYI0 CXeMy Ha ecTe-
CTBEHHOE MHOrooOpasue 00BEKTOB, Kak IIpokpycT
HaKJIA/IBIBAJI alIPUOPHYIO MEPKY CBOETO JIOXKa Ha He-
CYACTHOTO ITyTHUKA.

Koneuyrno, sTa AMXOTOMHUS CHJIBHO YIIPOIIAET
CUTyallWio: Ha CaMOM JieJie [IBa OIMCAHHBIX IOJ-
XO/la TIPEICTABJISIOT TOJIbKO KOHIIbI HETPEPHIBHOTO
psna. [leficTBUTENbHO, MBI HE MOXEM BBISIBUTH HC-
XO[HYI0 (MMMaHEHTHYIO) CTPYKTYPY MHOTOOGPasust
HaIpPSMYIO, a TOJIBKO C TIOMOIIBIO OCTYIHBIX HaM
MPU3HAKOB. MBI He 3HAEM MEXaHU3MOB, 33/IA0IIUX
pasHoOoOpasue, MO0ITOMY 3HAYEHHE TPU3HAKOB LIS
BBISIBJIEHUST CTPYKTYPBI MHOTOOOPA3Usl HaM 3apaHee
HE JIaHO U TIOCTUTAETCS JIUIIb AOCTEPUOPHO (CM.
nutary u3 Jlunnes Beime). Ecin, ymoBas Ha Ilna-
TOHA, MBI XOTHM TOJIHOCTBIO U30€KaTh alPUOPHBIX

KOHCTPYKIMH, HaMm ciexyer omnpobosats BCE Bo3-
MOJKHBIE IPU3HAKHU, YTO HEJOCTURUMO. [l0aTOMY MBI
HAYMHAEM C WCTIOJB30BaHUs HanboJee MOCTYITHBIX
MPU3HAKOB, HO B 9TOM YK€ €CTh HECOMHEHHAS arpu-
OpHasl COCTABJISIIONIAs, TAK KaK PacIlpe/iesieHne Hau-
GoJiee OCTYIHBIX MPU3HAKOB (OGBIYHO TO SPKHE
IIPU3HAKYM BHENIHEH MopdoJoruu) He 00s3aTebHO
CTy4aiHO IO OTHOIIEHWI0 K WMCKOMOU CTPYKTYypE
MHOT006pasust (CTaTUCTUIECKH aIoKBATHO eif).

C mpyroit CTOPOHBI, MBI MOXEM CTPOUTH CYTy60
CIy’keOHyIO, T.€. 3aBEIOMO IMPOKPYCTOBY KJIACCH-
(bUKaANKIO ¢ TTOMOMIBIO MPU3HAKOB, OTOOGPAHHBIX O
aIpUOPHBIM KPUTepHAM. Torna HaM He cJlefyeT Ipe-
TEHZIOBATh HAa €CTECTBEHHOCTb KJACCU(DUKAINU, €€
aJIEKBaTHOCTH CTPYKType MHOTOOOpasust. [lomo6HbIe
kinaccudukaiuy, OT aapaBUTHOTO YKa3aTelIs [0
KJIaccupuKanuy XXU3HeHHbBIX (DOPM MJIU BUIOB T10 Xa-
paKTepy uX apeaa, GbIBAIOT BEChMa BOCTPEOOBAHHbI-
MM TI0 IPHYKHE MX YI0OCTBA WU P KOHKPETHBIX
mpaktuueckux 1eseit. Ho maxe B ajndaButHOM criu-
CKe He MCKJI0YeHa BO3MOKHOCTh OTPAKEHMUSI, IyCTh
CaMOro OT/[AIEHHOTO, KAKMX-TO ACTIEKTOB CTPYKTYPbI
MHOTOO6GPasusi, MOTOMY YTO Ha3BaHWs AAIOTCS He
COBCEM Cily4aiiHo. BechbMa OOBIYHO, HAIIPUMEp, Ha-
3BaHNe OTHOTO OPTaHU3MA JJAeTCS KaK MOAUMDUKAIIHS
MMEHH JIPYTOoro, eMy GJIM3KOTO, ¥ B aI(paBUTHOM yKa-
3aTesie 9TH HA3BaHUs OYIYT COCENCTBOBATD, OTPAXKAs
GJIM30CTH COOTBETCTBYIOIIMX OPraHU3MOB.

OueBuzieH ¥ TPOMEKYTOUHBIA MPUMEP: CTPOTO
(unorenetnyeckas  (KJIagucTUYECKas) — CHCTeEMaA
CTPOWTCSI TTO TPU3HAKAM, OTOOPAHHBIM IO ATIPHOPHO-
MY KDHUTEPHUIO 3HAYMMOCTH TIPU3HAKA JIJIST YCTAHOB-
senusi pozctBa. IIoCKOMbKY CTPYKTYpa IPUPOITHOTO
MHOroo0pasusi B TOW WX WHON Mepe 00yCJOBJIeHa
€T0 MCTOPHEl M B YACTHOCTH T€HEAIOTHEN OpraHu3-
MOB, TaKWe CHCTEMBI JIOJKHBI OOJiee MM MEHEE CO-
OTBETCTBOBATH MCXOIHON CTPYKTYPe MHOTOOOpa3usL.
Ho xak Mbl 3HaeM, CTelleHb 3TOTO COOTBETCTBUSI
BapbUPYET B OUEHD ITHUPOKUX TIPE/IEIax.

TakuM 006pa3oM, HCIOJAb30BAHUE AMPUOPHBIX
KPUTEPUEB YACTO MOJIE3HO, HO 3TA TIOJIE3HOCTD BCETA
TpebyeT 000CHOBAHMS U IMEET CBOX TPAHUIIBL.

CpaBHenue kinaccupukanuii 1o nx 3(pdeKTuB-
HOCTH, COBEPIIEHCTBY, TI0 TOMY, HACKOJbKO OHH
a/leKBaTHBl MMMAaHEHTHOM CTPYKType MHOroobpa-
31sl, TPEICTABJISIETCS BO3MOKHBIM, HECMOTPSI Ha TO,
4TO 3Ta CTPYKTYpPa HUKOT/AA He OBIBAET M3BECTHA B
OKOHYaTebHOM Bujie. TeXHMKA CPaBHEHUS — BOTIPOC
0COOBIN, 37ech ee pa3buparh efBa JiM BO3MOYKHO.
OueBUIHO TOJBKO, YTO OJHUM M3 PEINIAIOIUX KPH-
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TepHeB JOJKHA OBITh YCTOWYMBOCTD CHCTEMBI IIPH
BKJIIOYEHUU B aHAJINU3 BCE HOBBIX IPYIII OPTAaHU3MOB
¥ HOBBIX TIpU3HAKOB. [Ipy 5TOM BaXKHO, YTOOBI Cpey
KJIaccupuKaiuii, y4acTBYIOIIUX B CPAaBHEHUH, TIPU-
CYTCTBOBAJIM Te€, YTO MTOCTPOEHBI HAMEHEE ATPHOP-
HBIMHU MeToZiaMu. BoIrpoc B TOM, 4TO 3TO 32 METO/IBL.

Jlionu Tak IaBHO 3aHUMAIOTCS CUCTEMATU3AIIAEN
OKPY/KaIOIIEro Mupa M Kiaaccudukaimeii ero o0b-
€KTOB, UTO BIIOJIHE MOTJIM YUCTO MPAKTUIECKH, €Ille
Ha TOHAYYHOM 3Talle, HANYIaTh aIeKBaTHYIO TIPOIe-
NIypy KIacCuUIIMPOBAHUS U BBECTH €€, IYCTh B HE
BIIOJIHE SIBHOM BU/le, B Hay4HbIil 060poT. Bosee Toro,
HAa MOH B3IJISIZI 3TO NEHCTBUTEIBbHO OBIJIO CHAETaHO
IaBHO U c(hOPMYIUPOBAHO, XOTS U B HECKOJIBKO MHO-
cKaszaTeJbHOU (dopMme, yxke JIuHHeeM («He MPUBHAK
OTIpefieNISIeET PO, HO POJl — TPU3HAK», CM. BHIIIE).
[IpencraBsenHast BbIllie TIPOCTAsT U, BOSMOXKHO, [IJIsI
KOTO-TO HEOXHUJIAHHAsT WHTEpIIpeTalus aToro ado-
pHU3Ma COCTOUT B TOM, YTO METONOJOTHYECKH TAKCOH
TIEPBUYEH, A €TO INATHOCTUYECKIE TPU3HAKY BTOPUY-
ubl. Kak yxke roBopmioch, 4enoBek (6e3pasinyHo,
CETOMHSIIITHIHN TTPO(eCcCHOHATbHBIN CUCTEMATUK WIN
YIeH MEPBOOBITHOTO IUIEMEHH) CHAYajia BBIAENSET
HEKYIO TPYIIILY, U JIUIIb TOTOM HIIET €€ TUATHOCTIYE-
CKHe€ TIPU3HAKH, YTOObI JIErYe ee OMI03HABaTh B CAMBIX
Pa3HBIX YCIOBUSIX ¥ OOCTOSITENBCTBAX.

Tot, KTO MHOTO 3aHUMAJICS KJaacCUDUKAIUEN U
CTAJIKWBAJICSI C HOBOU WJIW MAJIO M3YYEHHOU TPYTITION,
0c06eHHO 6OJIBLION ¥ PasHOOOPa3HOl, HABEPHOE 3a-
MeyaJl, YTO BHayajie OObEKT M3yYEHHUS IIPOU3BOLUT
BIieyaT/ieHne GeccTpyKTypHOit Kamm. ITotom, Koraa
MBI Bce Gosee n 60/iee BHUMATEIBHO 3HAKOMUMCS C
9TOI TPYIITION, IPOBEPSIEM paclipeieieHr e BCe HOBBIX
¥ HOBBIX IIPU3HAKOB, MbI 0OHAPYKMBAEM B Hell KaKue-
TO CIYIEHUs, TPYIIIMPOBKY GOJIee CXOMHBIX MEKIY
coboii 06bekToB. OTTAJIKMBAsCh OT HTUX IEHTPOB
KPUCTAJIN3AIMK, MBI [IBITAEMCSI Pa300PaThCS C TEM,
YTO HAXOAUTCS MEKIY HUMHU, Ha KOTO GoJiee OXOKK
T€ BU/IBI, YTO OCTAJIVICH B TPOMEKYTKAX, U HET JIU €I11e
mono6HbIX crymenui. ITo Xomy aena MbI IIBITAEMCS
MOHATD, YTO MMEHHO, KaKKe MPU3HAKU OObEUHSIOT
HaIllW TpeBApUTENIbHBIE TPYIITUPOBKH, TOCTOSHHO
ybexIaeMcs, 9To TOT WM WHOM TPU3HAK, BHayaje
Ka3aBIIUHNCS HANEKHBIM, TIE-TO TIEPECTAET XOPOIIO
paboTaTh, HAIIPUMED, HAUMHAET BAPbUPOBATh BHYTPH
Ka3aJ0Ch ObI XOPOLIO OYepUeHHON rpymmbl. Jpyroi
[IPU3HAK CPHIBAETCS B MHOM MeCTe, U T.1. Ilepebupast
BCe HOBBIE U HOBBIE ITPU3HAKH, MbI B KOHII€ KOHIIOB
0GBIYHO IIPUXOMM K HEKOTOPOMY IIPEACTABJIEHUIO O
CTPYKTYp€ TPYIIIBI, O €€ TIOMYMHEHHBIX TPYIIIHPOB-

A.TI. PacHuIibin

KaX ¥ COOTBETCTBEHHO O MOJIOXKEHUU TPAHUI] MEXKIY
HUMHU ¥ O TPU3HAKAX, MAPKUPYIOIIUX 3TU TPAHUIIBIL.
Tenepb MOXHO y:Ke OKOHYATEIHHO NPOBEPATH Xa-
PAKTEPUCTUKHU TPYIIUPOBOK U (DUKCHPOBATH UX
JIMAaTHOCTUYECKUE TPU3HAKH, (POPMYJIUPOBATH AMA-
THO3bI, ONMCAHUS U CPAaBHEHWS, CTPOUTH KJIOYH. B
pesyJibraTe Takoil paboThI IPUXOAUT MIOHUMAHUE, YTO
TaKCOH OIPEIENSIETCS] MMEHHO TTOI0KEHUEM TPaHHUII,
THaTycoB, a IpusHaku (cTporo mo JluxHeo!) nua-
THOCTUPYIOT TAKCOH, HO HE CO3/IAI0T, HE OTIPEAEISIOT
ero. B TouHOM COOTBETCTBHY C 9TUMOJIOTHEN CJIOBA:
MPU3HAK 3TO TO, YTO MMO3BOJISIET TIPU3HATH, OTIO3HATD
HEYTO, YTO y’Ke cyurecTByert. [Ipu3Hak sTo MeTKa, HO
HE CyTbh, HE CYIIIHOCTb.

Borpoc o cyTu coBepIIeHHO OTAENbHBIH, U 3I€Ch
He MeCTO ero pasbuparh MoAPoOHO. ATy MpobreMy
HCCTIEyeT SIUTEHETHYECKAsT TEOPUS DBOJIOIUN
(ke 1987; 2006; Pacaumiera 2002; 2008),
OHAKO camasl spkas (HOPMYJIUPOBKA CYITHOCTH
TaKCOHA, TOTO, YTO 00YC/IaBIMBAET €I0 YCTOWINBOCTh
1 060c06/IeHHOCTD (HAJIM4Ke TPAHUIl, THATyCOB, OT-
NIEJISTIONIAX €T0 OT APYTUX TAaKCOHOB), IPEJIOKeHa
3HAMEHUTHIM IIPOIIOHEHTOM aJIbTEPHATUBHOU (CUH-
TETUYECKOHN, & TOYHEE TEHETUYECKOI) TEOPUU IBO-
monuu IpHCTOM MalpoM: «3MUTEHOTUT BU/IA, €T0
crcTeMa KaHaJIu3alluii pa3BUTH U OOPaTHBIX CBA3ei
YacTO CTOJIb XOPOIIIO WHTETPUPOBAHA, YTO C 3aMeda-
TEJIbHBIM YIOPCTBOM IIPOTUBOCTOUT M3MEHEHUSIM>
(1974, c. 353). MexaHusM CTaOUIM3ALUN SIIUTEHO-
THIA, KOTOPBI 06eCTIeYnBaET JUCKPETHOCTD (YCTOI-
YMBOCTH U 0G0COBIEHHOCTD ) TAKCOHOB ECTECTBEHHOM
CHCTEMBI OPTaHU3MOB, ObLT 0603HAYEH aBTOPOM Kak
amantuBHbI KoMpomucc (Pacuurba 1987).

Wrak, TpagunMOHHBI TaKCOH OIPEeISIeTCs
TMAaTyCOM U COOTBETCTBYET IOHSTUIO KOHTUHYYMA.
KoHTUHYYM €ecTh IIeTh WU CETh, COCTABJIEHHAS U3
00BEKTOB, KaXIblil W3 KOTOPBIX MO COBOKYITHOCTH
MIPU3HAKOB 00Jiee CXOJEH CO CBOMMH COCEISIMU TI0
LIETIH, YeM C JIFOOBIMU APYTUMHU 00beKTaMu (4IeHAME
Ipyrux KOHTUHYYMOB). COOTBETCTBEHHO, KOHTHHY-
VMBI PasfiesIeHbl JIMHUSIMHU HAMMEHBIETO CXOJCTBA
(rmarycamu). BaxkHoe mpeuMyIiecTBO Kiaccupuka-
AU Iy TEM TIPOCJIEKUBAHUS THATYCOB COCTOUT B TOM,
4TO B 9TOM CJIydae MHOr00Opasue MOKET ObITh pasie-
JIEHO Ha TAKCOHBI-KOHTUHYYMbI 6€3 TIePeKPbIBAHUS 1
6e3 ocratka (060cobmeHHBIE (DOPMBI, YHUKAIbHBIE
M0 CBOMM IIPM3HAKAM, HE COCTABJSIOT OCTAaTKa, a
paccMaTpUBAIOTCS KaK KOHTUHYYMBI MUHUMAJbHOTO
06beMa — MOHOTUITMYECKIE TAKCOHBI TOTO UJTM WHOTO
panra).
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HamporuB, HasoxeHWe Ha MHOrooOpasue IMpo-
KpycToBa HaGopa ANpPUOPHBIX MPU3HAKOB AAeT JIUG0
IIUPOKOE TEPEKPHIBAHKME HTUX MPU3HAKOB, JHOO,
€CJI MBI TIPDUHIMAEM KaXX0€ COYeTaHUe ITePEeKphI-
BAIOIINXCsI TIPU3HAKOB KaK MapKep OTAEJbHOTO TaK-
COHa ¥ TeM M306eraeM TEePEKPhIBAHUS, TO TIONYIAEM
MHOJECTBO IYCTBIX TaKCOHOB, MOCKOJIbKY MHOTHE
COYeTaHWsI IPU3HAKOB B IPUPO/IE He PEATU3YIOTCS.

TakCcOH-KOHTHHYYM 3TO YHCTO (eHeTHYeCcKoe
MOHSITHE, OTpaXarolee cXoACTBO 00bekToB. CoOT-
BETCTBEHHO, TIPEJJIaraeMbIil TIOIXO0/ BBITJISIAUT Kak
OIIIO3MIUS TIPUBBIYHOMN, MPAKTUYECKU OOIIEpPH-
HSATON ¥ 3apEeKOMEH/I0BaBIIel cebs MpakTUKe ydeTa
POZICTBEHHBIX OTHOIIIEHUS] OPTAHU3MOB IIPU MTOCTPO-
eHuun cucteMbl. JleficTBUTENbHO, NOJapBUHCKUE U
MHOTHE TIOCJIEADBUHCKHE CHUCTEMBI, CTPOUBIIHNECS
Kak 4ncto ¢enerndeckue (63 BCIKUX CCHUIOK Ha
POZICTBEHHBIE OTHOIIEHT), YACTO XOPOIIO COTJIa-
CYIOTCSI C TOCJTEAyIOUMY  (UIOTeHETUIECKUMU
cxemamu. U aTo koHeuHO He ciydaiino. CTpyKTypa
GUOJIOTMYECKOTO MHOTOOOPA3Us BO MHOTOM OTIPEJIE-
JISIETCSI €r0 MCTOpHei U 6oJiee Y3KO — TeHeaIoruei
COCTaBJISTIONINX €r0 OPraHu3MoB. Bo MHOTOM, HO He
BO BceM. MHaue mosHanue (usorenesa He ObLIO ObI
TaKWM TPYIHBIM JiesioM. VIHade He CyIecTBOBAIN ObI
TPYMIIbI, B KOTOPBIX (DUJIOTE€HES, HANEKHO YCTAHOB-
JIEHHBII TEM WJIM WHBIM CII0COO0M (4aCTO IO TI0CIIe-
noBatesbHOCTU ocHOBaHui J[HK), He mpoTuBOpeun
OBl CTOJIb PA3WTENBHO CXOACTBEHHBIM OTHOUIEHUSIM
OPTaHM3MOB, OTPAKEHHBIM B TIPEKHUX Kaaccudu-
KalusxX. TaKoBbI, HAlpUMepP, MPOKapUOTH (cM. 3a-
Bap3uH 1987), muorue rpynmst pacternii (CokooB
2006) u maxxe MIEKOTUTAIONINE, KAK B CKAHIAIbHOM
ciaydae apporepues (cMm. banaukosa 2009; Aramxa-
uan 2011; Abpamcon, 2013).

Ectp u npyrue cBUIETENBCTBA TOTO, YTO CTPYK-
Typa GHOJIOIMYECKOr0 PasHOOOpasyUs OIPENETIETCS
HE OMHWM TOJIbKO KJIaJ0TeHe30M (0COBEHHOCTAMM
Tporiecca AWBEPreHIi), HO BO MHOTOM eIle U IIa-
pamnenu3MaMu  (CXOAHBIMA MODP(OTeHETUIeCKUMU
MOTEHIIUSIMKA POJICTBEHHBIX (DOPM), U OCOBEHHO —
mudbepeHIUAIbHBIM BBIMUDAHUEM, B YaCTHOCTHU
OBICTPOI IMMUHAIINENH TTPOMEKYTOYHBIX, HEJOCTA-
TOYHO cOaTaHCUPOBAHHBIX (HOPM (<IIPUHIIMI BbI-
mupanusi»: Japsun 1991, c. 107). ImenHO 3TOT 11pO-
1lecc, Ha3BaHHBIN co3peBaHueM TakcoHa (Rasnitsyn
1996; Pacuunbia 2002), BepOSITHO OTBETCTBEHEH 32
TapajiokcalbHOE, HO IIMPOKO PacIpOCTpPaHEHHOe
sIBJIEHUE, KOT/Ia POJCTBEHHBbIE OTHOIIEHMS CTApIINX
TaKCOHOB (CEMEWCTB, OTPSIOB) BBISBJISIOTCS JIETYe

U BBITJISAAAT OOJiee TTOHATHBIMU, YEM CBSI3U POJIOB U
BUJIOB, XOTSI OYEBH/IHO, UTO TUBEPTEHITUS TIOCIETHUX
TIPOUCXOMNIIA OTHOCUTENBHO HEJABHO, U €€ CJIeNbl B
pacrpeie/leHu TIPU3HAKOB JIOJKHBI OBLIA COXpa-
HUTBCS JIyYIIe.

HecMmoTps Ha Bce 9TH OroBOpKH, (usioreHes o6-
JiaiaeT GOMBIIMMHU TIPOTHOCTUYECKMME CBOMCTBAMU:
OH yMeeT MpPEeICKa3bIBaTh paCIIpeNesieHNe elle He
W3BECTHBIX M HEJOCTATOYHO M3YYEHHBIX MPU3HAKOB,
y4eT KOTOPHIX MOT GBI 3HAYUTENHHO U3MEHUTH BU/IH-
MYIO0 CTPYKTYPY CXOACTB U pasimuuii. OnHako aTu
MIPOTHOCTHYECKNE CBOICTBA OTPAHMYEHBI, a HAIIU
3HaHUs (uoreHe3a BCera HelOIHBI ¥ HeCOBEPIIeH-
HBI, KaK 9TO XOPOITIO TIOKa3bIBAeT IIPAKTHKA KJIaIN3Ma
¥ MOJIEKYJIIPHOM (uioreHeTnku. B wacTHOCTH, Hake
3Ta TOCJIEHSsA, CINTAIONIASACA HanboIee HaleKHbIM
METOIOM PEKOHCTPYKIIUU TeHEeaJOTHH, OKa3ajach
JlaJieKo He JIy4Iliel 10 TAaKOMY Ba)KHOMY ITOKa3aTeJio,
KaK ee COOTBETCTBUE ITaJ€OHTOJOTHYECKOH JIETOIH-
cu. JleTomuch MpeCTaBIsieT COOON He WIEATBHOE,
HO He3aBUCHMOE OTOOpakeHWe 9BOJIOIMOHHOTO
mporiecca, ¥ MOXHO OXHIATh, YTO XODPOIIasl KJia-
norpamMma (TIPaBUJIBHO OTPaXKalomlas KJaJoTeHe3
rpymibi) GyIeT B CPEIHEM Jydllle COOTBETCTBOBAThH
TIaJIEOHTOJIOTUYECKON McTOpuH rpymnel. OgHaKo Ha
MaTepuasie HaCEKOMbIX GBLIO MMOKA3aHO, YTO MOJIEKY-
JISIpHAsI KJIAIOTPAMMA 10 3TOMY KPUTEPUIO HUIYTh He
6oJtee ycrentHa, 4eM MOp(OIOTHYECKasT KIaNCTUKA,
¥ HAMHOTO YCTYTA€eT TPAAUIMOHHBIM (MHTYUTHBHBIM
10 TEPMUHOJIOTUU KJIAJKWCTOB) METOJaM DPEKOH-
crpyknuu durorenesa (Pacautsia 2010).

Ioatomy TpeboBaHue crenaTh KIACCU(PUKAIIIO
BCET/IA uzomMopdHO# KiamorpaMMe, T.e. HAIUM
CETOHSIIITHIM TIPEICTaBJIEHUSIM O TeHEAIOTHH TPYTI-
IIBI, — 9TO BKCTpeMu3M. [locTpoeHHBIE TAKUM 06pa3oM
KJIAINCTUYECKUE I MOJIEKYJISIPHBIE KIacCubUKauy
He TOJIKO YaCcTO ¥ BO MHOTOM IIPOTUBOPEYAT pacipe-
ZeJIEHUIO CXOZICTB U Pa3/INUNii, HO 1 OKa3bIBAIOTCS He-
ycroiuuBsiMu. [Topoii UX IPUXOIUTCS CYIIECTBEHHO
nepecTpanBaTh YyTh JIU HU TOCJE KaKIOTO HOBOTO
WICCJIeIOBAHUS.

B To ke Bpems cymiecTByeT Gojiee MATKUN U
rUOKHii CII0co6 YIUTHIBATh (DUIOTEHE3 TIPU KIIACCH-
uxamy opraHU3MOB, METOJT MOHO(DUIETUIECKOTO
koHTHHYyMa (duneruxa). Ilo cymectBy, duneru-
YyecKass TAKCOHOMES 3TO TIPOCTO (hOPMAaIU3aIus
TPAAUIIMOHHOTO MOCIENaPBUHCKOTO METO/A TTOCTPO-
eHUsI CHCTeMBbI OpraHu3mMoB. DUIEeTUIECKUN METO
MHOTOKpaTHO omucaH (Ilonomapenko u PacHUIIBIH

1971; Pacuuupia 1988; 1992; 2008) u He Tpebyer
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mofpo6HOTO M3MOoKeHuss. KpaTko MOXKHO CKasarh,
9TO (heHEeTUYEeCKUiT MEeTOI KOHTUHYYMa (BbIIe/IEeHIE
TaKCOHOB TI0 JINHUSIM THATYCOB, KaK OHU IIPOCJIEXKHU-
BAIOTCSI TIPM aHAJIW3€ PACIPENETEHUs JOCTYITHBIX
MPU3HAKOB) JAET YEPHOBYIO BEPCUIO CUCTEMBI, JIajiee
aHanM3upyemyio bunoreneTnyecku. B aTom aHasnmse
MBI TIPEX/IE BCETO MPOBEPSIEM MOMYIEHHBINH TAKCOHBI
Ha TIPeJIMET MX MOHOPUINY. 3/1€Ch BAXKHO OTMETUTH,
YTO MOHO(MDIIUS TOHUMAETCS IKPE, YEM B KIATU3ME,
¥ BKJTIOUaeT napabuiuio Hapsiay ¢ ronobuaueii. [py-
TMMHU CJI0BaMH, MOHO(DMJIETUYECKIM MbI — BIIOJIHE
TPAAUIIMOHHO — CYUTAEM JIFOOON TAKCOH, BOSHUKIIHIA
€MHBIM KOPHEM, HE3ABHCHUMO OT TOTO, BKJIIOUAET JIH
OH BCE BETBU OT 3TOTO KOPH:I, KaK B rOJI0MUIeTHYe-
CKOM TaKCOHE, U HEKOTOPBIE €T0 BETBU BBIXO/SAT 32
TIPE/IENTbI TAKCOHA, KK B CJIydae mapaduiium.

Ecav npu TakoMm aHaim3e MbI He OGHAPYKUIU
MPU3HAKOB TMOJUGUINU TAKCOHOB, CHCTEMa IIPHU-
HUMAeTCs 17l JaJbHelero ucnoab3oBanus. Eciu
Ke IIPU3HAKK moarnduany 06HapyKeHbl (HEBAXKHO, B
XOJIe JIV IAHHOTO MCCJIeI0OBAHSI WJIH B JII000# mocie-
IYIOIWi MOMEHT), CHCTEMa He OTOPAChIBAETCS, & BbI-
TIOJTHSIETCS €€ HOBBIH aHaN3 Ha GoJiee MUPOKOM Ma-
TepuaJie, YTOOBI TPOBEPUTH, HACKOJIBKO HAMEKHbI KaK
BHOBb OOHApY’KEHHbIE CBUIETENbCTBA MOMUDUINH,
TaK U Te TIPU3HAKU CXOJICTBA, KOTOPBIMU paHee OBLIO
0GOCHOBAHO BBIJIEJIEHHE COOTBETCTBYIOIIMX TAKCO-
HOB. OTIBIT MOKA3bIBAET, UTO HOJIee MMMPOKUiT aHATN3
OOBIYHO TIO3BOJIIET HAWTH HOBBIM KOMIIPOMHUCC
Mexay buIoreHuel u pacrpeiesieHneM TPU3HAKOB.
Cucremy ymaercst b0 COXpaHUTD B IPEKHEM BUIE,
b0 PeOPraHn30BaTh, BOCCTAHOBUB MOHOMMINIO (B
YKa3aHHOM CMBICJIE) BCEX €€ TAKCOHOB.

TpauIIMOHHBIN METOJI TIOCTPOEHHUSI CHCTEMBI TPE-
OyeT OT cuCTeMaTHKa IIyOOKUX M PasHOCTOPOHHUX
3HAHUU — 3HAHUS MOPGOJIOTHH, OHTOTEHE3a, SKOJIO-
TWH, TIAJIEOHTOJIOTUY, 3aKOHOMEPHOCTEH 3BOJIIOIUH
NIaHHOM ¥ CMEKHBIX, a JIyulile U 6oJiee AaJeKuX IPYIIIL,
TIAJIE09KOJIOTHY, TTaIeoIaHmadToB, HaJeoKInMaTa
¥ T.IL. DTOT METOJ He CBOOOIEH OT JIMYHOCTHBIX 0CO-
OGeHHOCTEN WCCIeoBaTeasl U, COOTBETCTBEHHO, OT
CYObEKTUBHOCTH, U €TO HEJb3ST IIETUKOM TIEPETIOPY-
4uTh KOMIbioTepy. Ho Beib CyObeKTUBHOCTD HEUCKO-
peHrMa 1 U3 APyrux, 6yaTo Ol CTPOro 0ObEKTUBHBIX
MmeTtozioB. [IpocTo Tam oHa 3aMeTaeTcs IO KOBEp: Me-
HSIIOTCSI TIAPAMETPhI PACYETOB, YOUPAIOTCS ITPU3HAKH,
BJIMSTIONVE HA Pe3yJIBTAT HETPUEMIIEMBIM 00pa3oM,
u 1.1 CuuTaercs, 4TO A KIAAUCTUYECKOTO W MO-
JIEKYJISIDHOTO M3y4eHUsI (DUIIOTEHUU U CUCTEMATHKH
(4TO 711 HUX TIPAKTHYECKU OTHO M TOKE) HYKHO, 10~

A.TI. PacHuIibin

MUMO BJIQIEHUS] COOTBETCTBYIOIUMI METOAUKAMU U
anmnapaTypoi, UMeTh JIUIIb HAEKHO OIPeNeeHHBII
MaTepual W, B CJAydYae KJIaju3Ma, yMeHue HabpaTh
IOCTaTOYHOE YHCJIO (DUIOTEHETUYECKH BaXKHBIX
npusHakoB. OHAKO 3Ta CKPOMHOCTH B 3aIIPOCax II0
4acTH TJIyOWHBI 3HAHUSA OOBEKTa W OPUEHTAIWS Ha
BHEJIMYHOCTHOE (CTPOro 0OBEKTUBHOE) 3HaHME 060-
PAYMBAETCS TIOTEPSIMKM B OTHOIIEHWH TIyOUHBI U Ha-
IEeKHOCTH Pe3YJIbTAaTOB MCCIEIOBAHMS.

Bce ckazaHHOe 1T03BOJISIET 3aKJIIOYUTH, 4TO IIpo-
KPYCTOB TOTIOP MOXKET CJIY:KUTh BecbMa 3 deKTus-
HBIM MHCTPYMEHTOM JJIsi PEIIeHUus: OIpeNeeHHOTO
Kpyra 3a/a4, HO CTPaTEeTUYEeCKH, UMesi B BUJY CO3-
nanue o0Iel CUCTEMBI OPTAHM3MOB KaK MEXKIUCI-
IUIMHAPHOTO $3bIKA U KaK 0TOOPaKEHUS] TAKCOHOMHU-
YEeCKOTO AacIeKkTa GUOJIOTHMYECKOTO MHOTOOOPasus,
ckabmess [Lnarona 6e3yCI0BHO MPEATIOYTHTEIHHEE.

ITonb3yioch ciryd4aeM BBIPA3UTh CBOIO UCKPEHHIO
TpU3HaTeabHOCTh opranmu3aropaM Cosemranus «Co-
BPEMEHHbIE TPOGIEMBI OUOJIOTUYECKON CUCTEMATUKU
(Cankr-Ilerepbypr, anpesns 2011) 3a npurnamenve u
niomo1ib Ha CoBeINaHNK U TIPH TIOJITOTOBKE PYKOIIHCH.
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PE3IOME

Yuca0 COBPEMEHHBIX BUOB OPTaHU3MOB COCTaBIIsIeT IpuMepHO 0.5—1% oT 061ero umcia Koraa-am6o cynecTBo-
BaBIIIUX BHUJIOB, KOTOpoe oteHuBaercsa B 0.9—1.6 mummuapaos. 3 aToro unciia COBpeMEHHBIX BUIOB OPTaHU3MOB
y4eHbIM u3BecTHO He Gosiee 10%. Takum 06pasoM, It MOJIEKYIPHOM CUCTEMATUKY JOCTyIHA BhiOopKa B 0.1% ot
00II[Eer0 YKCia BUIOB, YTO HE JOCTATOYHO JIJIS TOCTPOEHUS aIeKBaTHOMN (DUIOTEHNH OPTaHMYECKOTO MUPa Ha BUIO-
BOM YPOBHE MOJIEKYJISIPHBIMU METOZaMU. MeTO/ CKPhITBIX MHTEPBAJIOB TIO3BOJISIET KOJIMYECTBEHHO OIEHUTH CTe-
TIEHb COBIIA/IEHNS KIAJI0TPAMMBI 1 TEOJIOTHYECKO JIETOTIUCH, UTO SIBJISIETCS] MOITHBIM MHCTPYMEHTOM HE3aBHCHUMO-
TO TeCTUPOBAHUS (DUIOTEHETHYECKUX TUTIOTe3. BIM3Kue BHICOKIE 3HAUEHMS] MHAEKCOB CKPBITHIX MHTEPBAJIOB JIJIsI
GOJIBIIOTO KOJMYECTBA COBPEMEHHBIX (DUIOTEHETMIECKUX TUTIOTE3, CBUAETEIBCTBYIOT O TOM, UTO TEOJOTUYECKAS
JIETOTIUCH a[leKBAaTHA JIJIST TIO3HAHUS (DUIOTEHUU OPTaHWMYECKOTO MUpa. BKiIoUeHNe MCKOaeMbIxX B (hUIOTeHETH-
YeCKUi aHAIN3 MOXKET KapMHATbHO H3MEHUTD TOTIOJIOTHIO UTOTOBOH KJIa[IOTPAMMBI, TIOCKOJIBKY OHU MOTYT HECTU
CYIIECTBEHHYI0 MHMOPMAIHIO 00 YTPAYEHHON HBOIONUOHHON ucTOpuu. [1aie0HTOOTNYeCKe aHHbIE SIBJISTIOT-
Cs1 eIMHCTBEHHBIM MCTOYHUKOM VISl KAMMOPOBKU MOJIEKYJIIPHBIX 4acoB. [[Be TPETU UCTOPUHU XKU3HU Ha TIJIAHETE
3eMmiis yKe HaXOAATCS B mponioM. [oaToMy mo3Hanue GUIOTEHUN OPTaHUYECKOTO MUpa Ge3 yuera MaJeoHToO-
TUYECKUX TAHHBIX TPUHITUITAATLHO HEBO3MOXKHO.

Kmouesbie ciioBa: MOJIEKYJIApDHAsA CUCTEMATHUKA, ITaJIEOHTOJIOTUA, (I)I/IJIOI‘GHGTI/I‘IGCKI/Iﬁ aHaJIn3, (bHJIOI‘eHI/Iﬂ
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ABSTRACT

The number of extant species of organisms is approximately 0.5—1% from the total number of species ever lived,
which can be estimated as 0.9—1.6 billions. From this number of extant species, only 10% or less is known to the
scientists. Thus, a sample of only 0.1% from the total number of species is available for the molecular systematics.
This is not enough for an adequate phylogeny of the organic world on the species level based on molecular data. The
method of ghost lineages allows quantitative estimation of the fit of the phylogenetic hypotheses to the fossil record.
This method is a robust instrument for the testing of the phylogenetic hypothesis. A close coincidence of different
measures of ghost lineages for a large number of recent phylogenetic analyses advocates for the adequacy of the fossil
record for the understanding of the phylogeny of organic world. Inclusion of fossils into the phylogenetic analysis
may dramatically change the topology of the final cladogram, because fossils may bear significant information on
the lost evolutionary history. The paleontological data is the only way for calibrating of the molecular clocks. Two
thirds of history of life on the Earth is already in the past. Thus, the understanding of the phylogeny of the organic
world is not possible without the paleontological data.

Key words: molecular systematics, paleontology, phylogenetic analysis, phylogeny
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BBEJAEHME

B xmaccuueckoit punoreneruke XIX B., odop-
MUBIIENCS TTOCJIE PACTIPOCTPAHEHUST 9BOIOIUOHHON
Teopun Y. /[apBuHa, MaJ€eOHTOJNOTHSI WUTPAJia OAHY
u3 Beaymux poJei. Torma ObUT cHOPMyYIMPOBAH
TIPUHIIUAT «TPOITHOTO MapasiIen3Mas, COTJIacHO KO-
TOPOMY POZIOCJIOBHBIE JipeBa (= (uoreHeTHYECKIIE
THUIIOTE3bI) JOJKHBI CTPOUTHCSI HA OCHOBE COYEeTaHMS
MaHHBIX SMOPUOIOTHUH, AHATOMUY ¥ TIAJIEOHTOJIOTHH
(Hossfeld and Lennart 2003). IIpouenypa mocrpo-
€HUsI POIOCTIOBHBIX JIEPEBBEB TIPM 9TOM He ObLjIa
dbopmanuzoBana. B coBpeMEHHOM Kiau3Me CIiocod
OTIpe/ieJIeH ST OJISIPHOCTHY IIPU3HAKOB BO MHOTOM CO-
OTBETCTBYET INPUHIIUITY <TPOMHOTO MapajlIen3Mas
(Bryant 1995). PasButre MOJIEKyIAPHON GHOTOTMI
OTKPBLIO HOBBIE TepCIIeKTUBHI usiorenetuku. Cra-
JIO BO3MOKHO CTPOUTH (DUITOTEHETIYECKIIE TUIIOTESBI
Ha OCHOBE aHAJIN3a PACIpeNeTeHUsT HYKIEOTHIHBIX
samernenuii JJHK u PHK, Ge3 nmpuBiiedeHUs TaHHBIX
0 BHelIHel Mopdosornu opranu3mMoB. Hecoot-
BETCTBHE HEKOTOPHIX (DIIOTEHETHMYECKUX THUIIOTES,
MIOJTyYEHHBIX ITyTeM aHAJIN3a MOJIEKYJISIPHBIX U MOP-
(osornveckux TaHHBIX, TO3BOJHUIO MPEATIOTIOKUTH,
9T0 MOp(OIOTHYECKUe TaHHble He a/leKBaTHBI IS
PEKOHCTPYKITMY (DUJIOTEHUY, TI0 KpailHel Mepe, Y
mtekornmraomux (Springer et al. 2007). ITupoko
PacIpoCTPaHUIOCh yOekIeHne, YTO afeKBaTHas
(buIoreHNsI BCEX OPraHU3MOB MOXKET OBITH TTOCTPO-
€Ha yKe B 0003pUMOM OyAyIIeM HCKJIIOYHUTENBHO
Ha MOJIEKYJISIDHBIX MaHHBIX. Eciu Mopdosorus e
aleKBaTHA i1 PEKOHCTPYKIUU (DUIOTEHUU, YTO
TOrZa TOBOPUTH O TAJIEOHTOJIOTHH, OIlepupyIouIei
TEMH Xe MOP(HOTIOTUIECKUMY JAaHHBIMH, HO B TOPa3-
110 MEHBIEM 0GBhEME, MOCKOIBKY M3-32 HEIOJHOTHI
Te0JIOTHYECKOU JIETOTIMCH OT BHIMEPIIINX OPTAaHU3MOB
COXPAHSIIOTCSI TIOUTH UCKIIIOYNTEIHHO TBEPAbIE YaCTH
WX TeJja, 9acTO He MOJHOCTHIO M JJATIEKO He OT BCEX
JKUBIIUX Ha 3eMiie BUAOB. [pymIbl opraHu3MoB, He
MMEIONINX TBEPIBIX YacTel Teja, MO0 He U3BECTHBI
B MCKOIAEMOM COCTOSTHUY, JIMOO TIPENCTABJIEHBI HC-
KJTIOYUTETHPHO PeIKUMU HaxoaKaMu. B kagecTse npu-
Mepa MOKHO ipuBecTr rpeGueBukoB (Ctenophora) —
MOCJIETHAN THUI KUBOTHBIX, /1T KOTOPOTO He ObLia
W3BeCTHa IaslleoHTOJOrMdeckass Jeromuch. Ceiidac
HCKOTaeMble TPeOHEBUKY U3BECTHBI TIO PEIKHM OT-
TeYaTKaM B JIEBOHCKUX ¥ KEMOPUHCKUX OTJIOKEHUSX
(Stanley and Stiirmer 1983, 1989; Conway Morris
and Collins 1996). Tax BaskHBI U BOOOIIE ITAJIC€OH-
TOJIOTHYECKIIE JTAHHBIE /IS PEKOHCTPYKIMH (DIIo-
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reHNM OpraHmYeckoro mupa? B maHHOH pabote s
TIOTIBITAIOCH MTOKA3aTh, YTO 6€3 MaJIeOHTOIOTHIECKUX
NAHHBIX Takas 3a7ada He BbeimosHuMa. [l1s Havama
HEOOXOMMO PaCCMOTPETH CJIOKHBIM BOTIPOC, KAKYIO
YacTh COBPEMEHHOE pa3HOooOpa3e OpPTraHM3MOB
MIPENICTABIISIET OT OBLIOTO PasHOOOPA3HSL.

PASHOOBPA3SHUE COBPEMEHHbBIX 1
BbBIMEPIIIUX OPTAHN3MOB

KosnuyecTBO KUBYIIKUX Ha Halllel IJIaHETe BUOB
OPraHM3MOB MOKHO OIIEHUTH TOJBKO TPUOIU3K-
teabHo. CorsacHo HegaBHuM pacuetam (Mora et al.
2011), Komm4ecTBO COBPEMEHHBIX BUIOB 3YKAPHOT
cocTasisteT 8.7+1.3 MUINOHOB. V13 HUX yUeHBIM 13-
BECTHO TOJIBKO 14% HazeMHBIX U 9% OKeaHWYECKUX
BU/0B. Ko4ecTBO BHIMEPIINX BUIOB OLIEHUTH €llle
cioxHee. 13-3a HENIOJHOTHI IeOJOrMYECKOH JIeTo-
[KCH TAJIEOHTOJIOTaM WU3BECTHA TOJBKO HEOOJIbIIAs
MOJIST CYNIECTBOBABIINX BUIOB. SICHO, uTO GMOIO-
IMYecKoe pasHooOpasue He OBLIO MOCTOSHHBIM BO
BpPEMEHHU, a IOCTENeHHO yBean4yuBanoch. CoriacHo
TIPUHIAIY AuBepreHTHON 3Bosonuu Y. [lapBuHna,
Bce HBIHE JKUBYIIUE OPTAaHU3MBI SIBJISIOTCSI TIOTOM-
KaM¥ OJIHOTO <ITOCJIETHETO YHUBEPCAIBHOTO 0OIIIETO
mpeaKay, KuBirero 3.5—3.8 MUILIMAapAOB JIeT Hasal
(Glansdorff et al. 2008; Theobald 2010). IIpu sTom
HapacTaHWe TAKCOHOMUYECKOTO Pa3HOOOpasust OBLIO
He JIMHEHHBIM, a KoJeOaTeJbHBIM: pa3HoOOpasue
CYIIECTBEHHO COKPAIAJOCh B IEPUOIBI MAaCCOBBIX
BBIMHUPAHUII ¥ 3aTeM BHOBb BOCCTAHABJIMBAJIOCH.
CiemyeTt UMeTh B BUJLY, YTO HEKOTODPbIE U3 M3BECTHBIX
SIU30/I0B MACCOBBIX «BBIMUPAHUIT» MOTYT OKa3aThCS
apredaKkTaMu HETIOJTHOTHI T€0JIOTHYECKON JIETOICH
(Peters and Foote 2001; Smith 2007; Mc Gowan
and Smith 2008; Wall et al. 2009). Crenens yTparsi
9BOJIIOIIMOHHON MCTOPUM PA3HBIX TPYIII TIPU BHIMU-
panusx onenusaercs pasindHo (Nee and May 1997;
Heard and Mooers 2000).

Kugsenn u Cenkocku (Kidwell and Sepkoski
1999) mbITamMCh ONEHNTH KOJUYECTBO BHIOB MOP-
CKUX MHOTOKJIETOUHBIX KMBOTHBIX, HCXOJS U3 CJie-
OYIOIUX ITIapaMeTPOB: YICJIO COBPEMEHHBIX BUIOB
(250000), umci0 W3BECTHBIX WMCKOIAEMBIX BHUIOB
(200000), Bospact mpeBHeiimero Buma (600 miH.
JIET), CPeHSISI IPONOJIKUTETHBHOCTD CYIIeCTBOBAHUS
Buza (4 muH. jer). [lo ux pacueTam TOJIYIUIOCH,
4TO 0061IIee KOJIMYECTBO BHIOB MOPCKUX MHOTOKJIE-
TOYHBIX OPTaHW3MOB, CYIIECTBOBABIINX WJIN HbBIHE
JKUBYIUX Ha 3emite paBHo 18.75 muminonos. Kosu-
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YeCTBO COBPEMEHHBIX BUJIOB OT OOMIETO YKCIIA BUIOB
coctaByisieT Bcero 1.3%. OTU pacueThl He TOYHBI,
MTOCKOJIBKY MCXOAT U3 TPENOCHLIKU TTOCTOSTHHOTO
KOJIMYECTBA BUJIOB U UCIOJB3YIOT 3aHUKEHHBIE
OIIEHKH COBPEMEHHOTO W TMPOILIOTO PazHOOOpasus
MopcKoii 6uotsl. ITo gpyrium pacueram (cMm. 0630p B
Raup and Stanley 1971), uncio coBpeMEHHBIX U BbI-
MepIInX BUIOB Ha 3emiie MOXKeT cocTaBysaTh 0.9—1.6
MULTHApA0B. TakuM 06pa3oM, YKCIO COBPEMEHHBIX
BUJIOB OPraHWU3MOB cocTaBjsier mopsinka 0.5—1%
OT OO6IIero 4wcjia BUIOB, KOTJa-THOO KUBIIUX Ha
3emile, ¥ U3 9TOTO YKCJIA YYEHBIM U3BECTHO ceifuac
TOJIbKO 0K0J10 10% BumoB. OUeBUIHO, UTO AOCTYITHAS
MOJIEKYJISIDHBIM crcTeMatukaM BbiGopka B 0.1% ot
0011Iero Yncaa BUAOB HE JOCTATOYHA JJIS TIOCTPOE-
HUST aJIEKBATHOU (DUJIOTEHWH OPTraHUYECKOTO MEPa
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Ha BUIOBOM YPOBHE. ANIEKBATHOCTb T€OJIOTUYECKOM
JIETOTIMCH BO3DPACTAET MO Mepe YBETUYEHUsT PaHTa
takcona (Puc. 1). Ecm s BUoB OHA HUYTOXKHA,
TO JIJIST POJIOB M CEMENCTB OHA HA TOPS/IOK BHIIIE U
HMMEHHO Ha 5TOM TaKCOHOMMYECKOM YPOBHE Hambo-
Jiee 9acTO TIPOBOMATCS] PACYETHl TUHAMUKU Pa3HOO-
6pasus (Raup 1972; Markov and Korotayev 2007).
BosMoxHO, HaM ysKe M3BECTHA 3HAYMTENbHAS 4aCTh
CYIIECTBOBABIIKX KOT/A- TG0 TUIIOB ¥ KJIACCOB OpPra-
Hu3MOB. OTHAKO OTKPBITHE HOBBIX KJIACCOB ¥ THITOB
MIPOUCXOMUT JasKe CPEIU COBPEMEHHBIX JKUBOTHBIX
(Funch and Kristensen 1995; Bourlat et al. 2006).
B apeBHOCTH, OCOGEHHO B TIAjI€030€, CTPYKTYPHOE
pa3Ho06pa3ye MHOTUX TPYIII )KUBOTHBIX GBITIO BBIIIIE
coBpeMeHHOTO. Hep3st Takske MCKII0YaTh, YTO CY-
IIECTBOBAIM 0COOBIE BBIMEPIINE TUITBI OPTaHU3MOB,
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Puc. 1. IIpumepHOE COOTHOIIEHVE A/[EKBATHOCTH F€0JIOTIECKOI JIETOHCH (TIPOI[EHT U3BECTHOTO YHC/Ia TAKCOHOB OT ¥IX IIPE/IIOIATaEMOTO

06IIET0 KOIMYEeCTBA) U PAHTa TAKCOHOB.

Fig. 1. Approximate correlation between the adequacy of the fossil record, specified by the percent of the known fossil taxa from the

estimated whole number of fossil taxa, and taxon rank.
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HEe MMEBIINX KaKMX-Tu0O0 TBEPIBIX 4YacTed Tema W
[IOTOMY HeE IIONABIIMX B T€OJOTUYECKYIO JIETOIHCH.
Ecam He y4WTHIBATH IOCIEAHION KaTErOPHIO, BO3-
MoxHO depe3 50—100 e Ham OYIyT U3BECTHBI BCE
THUIIBI OPraHW3MOB, KHMBYIINX HBIHE WJIA COXPAHUB-
IIUXCS B TEOJIOTMYECKON JIETONMUCH. 3HAYMTEIHHO
GoJIbIIE BPEMEHU TIOTPEOYETCS I OTKPHITUS BCEX
KJIaCCOB M OTPsAZ0B. UTO Kacaercss poaoB U BHUIOB,
s IyMalo, y NUBWIM3ALUK y’Ke He XBATUT BPEMEHH
JIUISL MX TI0JIHOM MHBEHTAPU3AlMU KaK B COBPEMEHHOM
OMOTe, TaK ¥ B T€OJOTMYECKON JIETOIMCH. B 1memom,
yKe B 0603puMOM OyAyIeM MOKeET ObITh IIOMydeHa
aZieKBaTHasI (PMJIOTEHETUYECKAs! TMIIOTE3a O CBA3SIX
TaKCOHOB KPYITHOTO paHra (TUIIbL, Kj1acchl). Ha aTom
YPOBHE OTCYTCTBHME JAHHBIX O BBIMEPIIMX KJaax
Oymer, BUAMMO, caab0 BIUATH Ha alIeKBATHOCTh
pexoHcTpyKuuu. s Gosee neTalbHBIX (pUIOreHe-
THYECKUX TMIIOTE3, OTCYTCTBHE TaKMX JaHHBIX OyaeT
urpath Bce Goslee Bo3pacTaiollee 3HaYEHNE 110 MePe
YMEHbIIEHUS TAKCOHOMMYECKOTO PaHTa aHAIU3HPY-
eMBIX TPYIII, MOCKOJIbKY BBIGOPKA AOCTYITHBIX IJIS
aHaJIM3a TAaKCOHOB II0 CPABHEHMIO C UX OOLIMM KOJIH-
4eCTBOM OYZIET IIOCTOSTHHO YMEHBIIAThCSL.

TECTUPOBAHUE ®OUJIOTEHETUYECKUX
THIIOTE3 METO/1IOM CKPbBITBIX
NHTEPBAJIOB

Ha ocHoBe aHamm3a TeOJOTHYECKON JIETOMUCH
ObLT pa3paboTaH METOT HE3aBUCUMOTO TECTUPOBAHUS
(bUTOTEHETHYECKIX TUITOTE3, POPMATM30BAHHBIX M€-
TOIAMU KJIAJIMCTUYECKOTO aHamu3a. [IOCKOIbKY ce-
CTPUHCKWE TPYIIIIbI BOSHUKAIOT B PE3YJIETAaTE AUBEP-
TEHIIUH TTPEAKOBOTO BUJIA, OHU JTOJIKHBI TTOSIBJISATHCS
OHOBPEMEHHO B TeoJiorndeckoii seronucu (Puc. 2).
OnHako, MOCKOJBKY JIETOMHUCH He TIOJIHA, PEAJIbHbIE
NpeBHENIe HAXOAKU CECTPUHCKUX TPYII OOBIYHO
NaTUPYIOTCS DPasHbIM BpeMeHeM. PasHuIla MexIy
TUMM JaTMPOBKAMHU (BBIUUCIASEMAass B MJIH. JIET)
Ha3bIBAETCS CKPBHITHIM MHTepBajioM (ghost lineage;
Weishampel 1996). EcrectBerno, ueM MeHbie 00-
ITadA BEJIWYWHA CKPBITBIX MHTEPBAJIOB, TEM 60]IbIHe
naHHas (HUIOTEHETHYIECKAs THIIOTE3a COOTBETCTBYET
Te0JIOTMYECKOH JeTonucu. Pa3paboTaHO HECKOIBKO
WHIEKCOB, MO3BOJISIONUX OIEHUTh CTETEHb COOT-
BETCTBUSI KJIAJIOTPAMMBI ¥ T€0JIOTHMYECKOM JIETOTIHCH
kosmmuectBeHHo (Benton et al. 2000; Pol et al. 2004;
Angielczyk and Fox 2006; Cavin and Forey 2007,
Lelievre et al. 2008). IIoHsATHO, YTO HEraTWBHBIN
pe3yssrar (II0X0€ COOTBETCTBUE KJIAJOTPAMMBI W
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Puc. 2. Ouioreneruyeckue cBsaA3u TakcoHoB A, B u C
[IOKa3aHHble Ha KJazorpame (cieBa) U Ha (hUIOTeHETHYECKOM
nepeBe (CIpaBa), HA KOTOPDOM IIOKa3aHbl BPeMeHHas IIKajaa (B
MJIH. JIeT), crpaturpaduyeckoe paclpoCTPaHeHUe TaKCOHOB H
ckpoiThie uHTepBasbl. B 1 C u A u B+C — cecTpuHckue rpymsl,
MOSIBJISIONIMECST B ONHO BpeMs B pe3yJbTaTe /UBEPreHIUH
npenkoBoro Buzia. CKpPBITBIE HMHTEPBAT — pPA3HUNA MEXLY
BPEMEHEM II0sIBJIEHUS ABYX CECTPUHCKUX IPYIII, HAOIIOLAEMbIM B
Te0JIOTMYeCKOM JIETOIUCH.

Fig. 2. Phylogenetic relationships between taxa A, B, C exempli-
fied by a cladogram (left) and a phylogenetic tree (right) with a
time scale (in Mya), stratigraphic occurrence of taxa, and ghost
lineages. B and C and A and B+C are sister taxa that appeared
simultaneously by divergence from a common species. The ghost
lineage is a differential between the time of appearance of two
sister taxa known from the fossil record.

JIETOIIMCH) MOYKET OBITH BBI3BAH KaK HEJOCTATKAMM
caMoro (UIOTeHETHYECKOT0 aHA/IN3a, TaK U HeIloJ-
HOTOU JIETOIIMCH JJISI JAHHOM TPYIIIBI OPTaHMU3MOB.
Ho mosuTtuBHBIN pe3ysabraT (XOpoliee COBIA/IEHUE
KJIaJIOTPAMMBL ¥ JIETOTIMCH) TOBOPWT, YTO HAaIIle
npefcTaBieHre O (PUIOTeHUU TPYIIBI OCTATOYHO
aziekBaTHO. MeTo/i CKPBITBIX WHTEPBAJIOB TTO3BOJIHI
TIPOSICHUTH €ellle OJNH BayKHBIN BOITPOC, KaCAIOITHUICS
TIOJTHOTBL Te0JIOTUYeCKOM JIeTOIUCH. XOTs OHA Jjaje-
KO He MMOJIHA, GJIM3KIEe BHICOKME 3HAYEHMST WHIEKCOB
CKDBITHIX WMHTEPBAJIOB IS GOJIBIIOrO KOJUYECTBA
COBpEMEHHBIX (DUIOTEHEeTUYECKUX THUIIOTE3, CBHE-
TEJBCTBYIOT O TOM, YTO T€OJIOTWYECKasl JIeTONHCh
ajZleKBaTHA JJIsI TIO3HAHUS (PUIOTeHNH OPraHUIecKo-
ro mupa (Benton et al. 2000).

HNCKOITAEMbIE
B ®UJIOTEHETTYECKOM AHAJIN3E

HemnomHoTa reosiornyeckoi JIETOTHCH IIPOABJIA-
€TCA HEe TOJIbKO B TOM, YTO JaJIEKO HE BCE€ BbIMEPIIINE
TaKCOHBI B HEU IIPE/ICTABJ/IEHBI, HO TaK)X€ W B TOM,
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Puc. 3. @unorenernyeckoe momoxenue yepenax (mo Lyson et al. 2010), cormacuo mMosexymsapubiM gaHabM (1), Mopdosornuecknm
JIAHHBIM TI0 COBPEMEHHBIM TPYyIIaM (2) U € yIeTOM KIII0YeBbIX BBIMEPIIIX TAKCOHOB (3).

Fig. 3. Phylogenetic relationships of turtles (after Lyson et al. 2010) according to the molecular data (1), morphological data based on
modern taxa (2), and morphological data with the key fossil taxa included (3).

4T0 WHGOPMAISI 00 U3BECTHBIX MCKOMAEMBIX HECO-
TIOCTaBMMA TI0 CBOEH IMOJIHOTE C AHAJIOTMYHBIMU CO-
BPEMEHHBIMU TaKCOHAMM. B MCKomaeMoM cocTosTHUN
COXPAHSIOTCS, KaK IPaBUJIO, TOIBKO TBep/ble YacTU
Tesa (HAPYKHBIM MW BHYTPEHHUN CKeJeT), XOTs B
TocjiefHIe TOZbI 3aAMEeTHO BO3POCJIO KOJINYECTBO Ha-
XOJIOK Pa3JIMYHBIX MCKOMIAEMBIX C OCTATKAMH MATKUX
TKaHel, B OTJIOKEHHSIX DPa3HOTO BO3pacTa, OT JIO-
KeMOpus J1o TieiicTonena. bosee Toro, MHOTHE Tak-
COHBI U3BECTHBI TOJBKO 1O (pparMeHTaM CKeJIeTOB.
Hanpumep, GOJBIIMHCTBO TaKCOHOB ME3030MCKUX
MJIEKOITUTAONINX OMKUCAHO TI0 M30JMPOBAHHBIM
3y6am miu pparmentam yemocreit (Luo 2007). ITo-
3TOMY B (PMJIOTEHETHYECKUX MATPHIAX, OOIIUX st
COBPEMEHHBIX M BBIMEPIIUX TAKCOHOB, IIOCJIEIHIIE
XapaKTepu3ylTCcsi OOJMBLION [0Jiell HEM3BECTHBIX
maHHbIX (missing data). BxiroueHme TaKCOHOB C
GOJIBIINM KOJIMIECTBOM HEM3BECTHBIX JAHHBIX 00bIY-

HO CYIIECTBEHHO CHIDKAeT paspellleHre HTOTOBON
kmagorpammbl (Wiens 2003a, b; Wiens and Morrill
2011). EcrecTBEeHHO, HCKOITaeMble HE MOTYT UCIIOJIb-
30BaThCsl B paboTax IO MOJIEKYJISIPHOM (DUIOTeHNH,
KpPOMe CaMbIX ITO3/THUX HaXOMOK, Bo3pacToM 10 300
TBIC. JIET, B KOTOPBIX BO3MOKHO COXPaHEHUE HEKOTO-
peix dparmenToB JJHK (s He paccmarpuBaio 37ech
COMHUTEJIbHbIE HEMaBHUE MyOJIMKAIlMM O COXPaHe-
HUM OEJKOBBIX MOJIEKYJI Y MEJIOBBIX JWHO3ABPOB).
HemosHoTa MCKOMaeMbIX MHOTA UCTIOIb3YETCS KaK
apryMeHT IIPDOTHB BKJIIOUEHUsI UX B (prtoreHeTmye-
CKUIl aHAJIN3 HAPSIY C COBPEMEHHBIMU TAaKCOHAMH.
HecmoTpst Ha HETIOJTHOTY MCKOIIAeMBbIX, UX BKJIIO-
yeHUEe B (PUIOTEHETUYECKUN aHAIU3 YaCTO MOXKET
KapAWHAJIBHO M3MEHUTDh TOIMOJIOTUIO0 UTOTOBOH KJIa-
ZOTPAMMBI, TOCKOJIBKY OHU MOTYT HECTHU CYIIIECTBEH-
HyI0 MHGOPMANUIO 06 yTpadyeHHOH SBOJIOIUOHHON
ucropuu rpymmst (Donoghue et al. 1989; Gauthier et
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al. 1998; Wilson 1992; Cobbett et al. 2007). B yacr-
HOCTH, MCKOITA€MbI€ MOI'YT IIOKA3bIBaTh KOMOMHAIUH
TIPU3HAKOB, HEU3BECTHBIE [IJII COBPEMEHHBIX Opra-
HU3MOB. BKJTIoOUueHME NCKOTTaeMbIX MOKET ITPOSICHUTD
MOJIIPHOCTh U IIyTH IIPe0OpPasoBaHMs KOHKPETHBIX
npu3HakoB. CBsI3¥M MeXKIy COBPEMEHHBIMUM TaKCOHA-
MU MHOT/Ia TPYHO YCTAHOBUTH U3-3a TAPAJLIeNTbHOTO
Pa3BUTHUSI MHOTUX TIPU3HAKOB U BBIMUPAHUS TIPOMeE-
JKyTOuHbIX (hopM. VcKomaemMbie MOTYT HAXOIUTHCS
B OCHOBaHWM (DUIOTEHETUYECKUX JUHUHM M 3aImoJI-
HATHh MOP(hOJIOTHYECKIIT Pa3PhIB MEXIY KPYIHBIMU
TakcoHaMH. B kauecTBe mpuMepa MOKHO IIPUBECTU
yepernax. CpaBHeHUEe MOPGOJOTHN COBPEMEHHBIX
TAaKCOHOB TOBOPUT B MOJIb3y MX POJCTBA C JIEMUIO-
saBpamu (Lepidosauria), o MOJIEKYISIPHBIM JaHHBIM
oHM cOmmxkaloTcsa ¢ apxosaBpamu (Archosauria),
TOrma KaK aHajIn3 WMCKOIIAEMBIX TPEIKOBBIX (hopm
MMOKA3bIBAET, YTO OHU TIPUHAIJIEKAT COBEPIIEHHO
apyroi rpyme pentuinii (Parareptilia), u3 kotopoii
TOJIBKO YepPeriaxu JOKuu 10 coBpemenHocT# (Lyson
et al. 2010).

KAJINBPOBKA MOJIERYJIAPHBIX YACOB

KoHuenmuss MoJIeKyIsSpHBIX 9acOB OCHOBaHA Ha
Pa3HOM CTENeHN HyKJIEOTHIHBIX 3aMEeH KOHKPETHBIX
T€HOB y PasHBIX OPraHu3MOB. Ecim ypoBeHb HyKIIe-
OTH/IHBIX 3aM€H, BBIPAKEHHBII B IPOIEHTAX, MEKIY
TakcoHaMu A u B B [1Ba pasa IpeBHINIAET YPOBEHD
pasmmunsa Mexay TakcoHamu B u C, To MOxHO npes-
IIOJIOKUTh, YTO BPEMsI AMBEPIEHIMM TAKCOHA A M
o6mero npeaka B+C B gBa pasa 6oJblue BpeMEHH
nuBepreninuu TakcoHoB B u C (mpm ycioBum, 4TO
CKOPOCTb HYKJIEOTHIHBIX 3aM€H Obljia TOCTOSTHHOM ).
MouteKyIsipHbIE Yachl caMy O cebe JaioT TOJBKO
OTHOCHUTENIbHYI0 OIEHKY BPEMEHU JUBEPTEHIINU
TaKCOHOB, JIJIs1 aOCOTIOTHOM JaTUPOBKU HEOOXOIMMA
KaTMOpPOBKa MOJIEKYJISIPHBIX YacOB 110 BHENIHUM
NaHHBIM. B KauecTBe TaKMX BHEITHUX JAAHHBIX MOTYT
BBICTYIIATh TOJIBKO MAJEOHTOJIOTMYECKNE HAXOIKH
(Benton and Donoghue 2007). IIpumenenue co-
BPEMEHHBIX METO/0B, OCHOBAHHBIX Ha KOHIEHIIIUH
«CBOOOMHBIX»  MOJIEKYJISAPHBIX 4acoB  (relaxed
molecular clock), mM03BOIMIO COKpaTUTh BpeMeEH-
HOM DaspblB MEXKAY MOJIEKYJIAPHBIMUA OLEHKAMM
JIVBEPreHIMM ¥ MaJeOHTONOTNYECKUMU JAHHBIMU
(Douzery et al. 2004; Lepage et al. 2007). Yactuuto
mpobjeMa HECOOTBETCTBHS MOJIEKYJISIPHBIX W IIAJe-
OHTOJIOTUYECKUX JAHHBIX O JMBEPrE€HIMM TAKCOHOB
MOXeT OOBSICHATBCS TEM, 4TO 00a METO/A JaTUPYIOT
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pasubie pusepreniuu (Archibald and Deutschman
2001). MosieKyISIpHBIN METO/I ZIA€T OIEHKY BpEMEHH!
IVIBEPTEHIINY T€HOB, HOCHUTEIN KOTOPBIX MOTYT He
pas3ImyaThcss MOPQOJIOTUIECKH, & B T€OJIOTHIECKON
JIETOTIVCH O TIOSIBJIEHUY HOBBIX TPYIIII MOKHO CYAUTD
TOJIBKO TP HAJIUYUU HCKOMAEMBIX OCTATKOB UX
yKe BIoJiHE C(HOPMHUPOBAHHBIX (MOP(OJIOTUIECKH )
npencTaBuTeNed. SICHO, 4TO MeX/y IEepPBBIM U BTO-
PBIM COOBITHEM MOYKET MIPOUTH IOCTATOYHO GOJIBUION
IIPOMEXKYTOK BPEMEHM.

INOCJIECJIOBUE

Opranunyeckass JKu3Hb (BKJIIOYas Pa3yMHYIO
JKM3Hb) M3BECTHA TOJBKO HA IJIaHETe 3eMJsL. IJBO-
JIOTUS JKU3HU TECHO CBSI3aHO C PA3BUTHEM 3eMJIU
u CosHIA, TOSBUBNIMXCS TOYTH OJHOBPEMEHHO
MpUMEPHO 4.5 MiIpa. JieT Haszaz. [IpumepHo 4 mipa.
JleT Hasajg Ha 3emiie CJIOKUJIKCH YCJIOBHS, OJaro-
MIPUSATHBIE JI7IT BOSHUKHOBEHUS XU3HHU. BO3MOXKHO,
MPOUCXOKIEHUE KUBHU SBJISETCS 3aKOHOMEPHBIM
[IPOLIECCOM, HEM30€KHO HACTYMAIOMIMM IIPU HaJIU-
ypy GIArONPUATHBIX yciaoBuit. OmHAKO, Hake ecau
JKU3Hb CYIIECTBYET Ha JAPYTHX IJIAHETaX, BPEMEHU
CYIECTBOBAHUS ITUBUIM3AIIUU MOXKET HE XBATHUTh,
4TOOBI y3HATh 06 5TOM. JKM3Hb yXKe CyLIecTByeT Ha
3eMIte TOYTH 4 MIIPZ. JIET, HO 9Bostoiust CoJIHIa ciie-
JIaeT YCJIOBHST HEBO3MOKHBIMHU JIJIS )KU3HU B TEUEHUE
Omkaimux 2 MIIpA. JieT. BospacTanue CBETUMOCTH
CosHITa B pe3yJibTaTe TEPMOSIIEPHBIX PEAKITUI B €T0
He/Ipax IPUBEIET IOCTEMEHHO K UCIIAPEHUIO OKEAHOB
Ha 3eMHOI moBepxHocTH. [IpuMepHO Yepe3 5 mMipa.
siet CoJTHIIEe IPEBPATUTHCS B KPACHOTO TUTAHTA, 3BE3-
Iy C PauyCcoM, PaBHBIM HBIHEITHEMY PACCTOSHUIO
ot 3emsm fi0 Cosana. Ente wepes mipy. et Courtile
[IPEBPATUTHCS B GEJIOr0 Kap/uka. 3eMysl Kak (husu-
YECKOe TeJI0 MOKET CYIIECTBOBATH B 3TO BPEMSI, HO HA
9TOM TIJIAHETE YK€ HUKOTAA He BO3HUKHYT YCJIOBUS
ILUISI 3aPOJKAEHMSI HOBOM sKU3HHU. TakuM 00pasoM, ABe
TPETH UCTOPHH KU3HU Ha 3eMJIe YK€ OTHOCUTHCS K
npouutoMmy. CoBpeMeHHOe OHOJIOTHYECKOE PasHOO-
Opasue CTPEMHUTEIBHO COKPAIAETCS B PE3YJIBTATe
«XO3STUCTBEHHOMY> JEeSATEbHOCTH 4YeJIoBeKa. DBriI-
MupaHue, HaOJI0aeMoe B Hallle BPeMsI, MOJKET IIpe-
BBICUTH II0 MacmTabaM caMble KDPYIIHBIE MaCCOBBIE
BBIMUDAHMS B TIPONLIOM. IIpy 5TOM BO3MOXKHOCTHU
TPOTPECCUBHOM 3BOJIIONMY JIJISI MHOTUX TPYIII Opra-
HU3MOB, B TIEPBYIO OY€PE/Ib IIO3BOHOYHBIX JKUBOTHBIX,
PE3KO COKpAIAlOTCS M3-3a paspyuieHus Guocdeps
gesioBekoM. OTMeueHHBIE (DAKTOPHI CIIOCOGCTBYIOT
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PE3IOME

TuGpuau3alyst BUAOB — IIMPOKO PACIIPOCTPAHEHHOE SIBIEHUE B 9BOIONMHU XUBOTHBIX. OHa MMeeT BaKHOE 3Ha-
yeHue B Bu006pasoBannu. KpaTko paccMorpeHa uctopusi mpobsieMsl. JlaHbI Onpe/iesieHrs OCHOBHBIX TEPMIHOB
U uX 06cyxaeHne. PacCMOTPEHBI pasinyHble KaTeropuu THOPUAN3AINY U THOPHIHBIX 30H 110 uX (opMe (y3Kue,
IUPOKYeE), FeHeTHYEeCKO U IPOCTPAHCTBEHHOM CTPYKTYpe (KJINHAIbHbIE, MO3aUYHBIe, CeTYaThIe, OCTATOYHBIE; CHM-
MaTpuyecKue; yHU- U OUMOMANbHBIE), OMIaTepaIbHASI I ACHMMETPUYHAST MHTPOTPECCHST T€HOB, MEXaHU3MBI (HOp-
MUPOBAHUS ¥ HOJIEPKAHUS THOPUAHBIX 30H, CTAGUIBHOCTD U TMO/BIKHOCTD 30H, & TAKXKE CBSI3b TMOPUIM3AIINH C
TaKCOHOMMUEH, 300reorpadueil 1 0XpaHOil BUIOB.
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ABSTRACT

Hybridization is a widely distributed phenomenon among animals. It is an important factor of speciation. The
history of problem is briefly outlined. Principal terms are defined and discussed. Various categories of hybridization
and hybrid zones in terms of their shape (narrow, broad), genetic and spatial structure (clinal, mosaic, reticulate, and
residual; sympatric; uni- and bimodal zones), bidirectional and asymmetric introgression, mechanisms of origin and
maintenance of hybrid zones, stability and movement of zones, as well as the relation of hybridization to taxonomy,
zoogeography and conservation are considered.
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«<...> I0BOJIOB HEZOCTATOYHO, HEOOXOAMM OIIBIT>
Podacep Baxon (1267) «Opus Majus»'

BBEJAEHUNE

Bompoc o posu rubpuausanyu B 06pa3soBaHUU
BU0B ObLI nocTaBieH emé B XVIII Bexe. Benuxuit
mBenckuil peopmarop cucremaruku Kaps JIunneit
(Carl Linnaeus, 1707—1778) Ha OCHOBe OIBITOB IO
CKPENIMBAHUIO PACTEHUI TPEIIONIOKUI, YTO TaK
Ha3bIBaeMbIe NEPEUYHbLE, NI U3HAYATBHO COTBOPEH-
HBIE BUIIBI MOTJIH, CKPENIUBASICh MEXKIY COOOH, NaTh
MHOKECTBO @mopuunbly BUmoB. OH TOJara;, 4To
rubpuau3aIys IpoTeKana B ABa stama. Cormacuo 12-
My uszzfaHuio «Systema Naturaes (1767), cHauama 3a
CUYET CMellleHNsI BO3HUKJIO CTOJIbKO PacTeHUH, CKOJIb-
KO Cei4ac pojioB, a IOTOM CMeIIIeHNe TIOCTEeAHUX [TPH-
BeJI0 K 00pa30BaHUIO CYIIECTBYIONIUX HBIHE BUIOB
(cMm. Komapos 1940: 21; TaiicunoBua 1988: 38—43;
Bopkun 2009: 47). Kapn JlunHElH, TO-BUIMMOMY,
TIEPBBIM OTMETHUJI 3HAYMTENHHO OOJBIIYIO PETKOCTh
MEKBUIOBBIX THOPUIIOB Y JKUBOTHBIX 1O CPABHEHUIO
c pacrenusmu (Linnaeus 1751: 3).

[pyroii, He MeHee 3HAMEHUTBHIN HATYPAJIUCT
XVIII Beka, «bpaniysckuii [Inimanit> 1 aHTaroHUCT
Jlunnest, Kopx Brodpdon (Georges Louis Leclerc,
Comte de Buffon, 1707—1788) Takxke MHOro BHUMa-
Hust yaeaus npobueme rubpuausaryu. O6cyxaas eé
y ’KMBOTHBIX, OH TIPENJIOKWUJ B KauyecTBe KPUTEPUS
BU/Ia TAK HA3BIBAEMBIH <II0JIOBOI METO/I»: OTCYTCTBIE
MTOTOMCTBA WM OECITIOAHOCTh THOPUIOB YKA3BIBAIOT
Ha IIPUHAJIE)KHOCTh CKPEUTMBAEMBIX DOIUTENEH K
Pa3HBIM BH/IaM, a TJIOJIOBUTOCTh TUOPUIOB — K OTHO-
My. OH TakyKe 3aMETHJI, 9TO MITHITHI H0JIee CKIOHHBI K
MEXBUIOBBIM CKPEIIMBAaHVAM, YeM MJIEKOIIUTAIOIINE
(cm. Kanaes 1966: 91, 168—-184 u 211).

3aMmeyaTenpHBI poccuiickuit  yuéHblii IIétp
Cumon IMasutac (Peter Simon Pallas, 1741-1811) B
1780 1. B cBO€I aKagmeMUIECKO peur 00 M3MEHYUBO-
CTU KUBOTHBIX OTBepr ruroTe3y JIuHHEs, KOTOPBII
pacnpoctpansin eé u Ha kuBoTHBIX (ITammac 2011:
75 u 79). Boxee toro, Ilammac maxe mepednCIviI
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YeThIpe <IIPETSITCTBUSY JJISI CKPEIIUBAHUS MEXIY
mukumMu Bugamu (c. 86).2 ITo — HEIpeosoIMMOCTb
MHCTUHKTa (<«B3aMMHOE OTBpallleHue»), beciioaue
ruGPUIOB, X CIA00CTh ¥ HECOBEPINEHCTBO (HU3Kas
JKM3HECTIOCOOHOCTD,  BBIPAKAsiCh  COBPEMEHHBIM
SI3BIKOM), a TaKXKe paccerBaHWe BUIOB II0 Pa3yINd-
HBIM TIpeZieiaM 3eMHOTO mapa (T.e. reorpadpuyeckast
u30Jstiusi ). Takum 06pasoM, OH TIPEABOCXUTHI KOH-
LENIUI0 MEXaHU3MOB DPENPOAYKTUBHON W30JISIINY,
NeTaJbHO Pa3pabOTaHHYIO B paMKaX CUHTETHYECKOM
teopun sBojronun B XX Beke (Dobzhansky 1953;
Maiip 1968, 1974).

OCHOBOITOJIOKHIK COBPEMEHHOH 9BOJIIOITMOHHOMN
teopun Yapas [dapsun (Charles Robert Darwin,
1809-1882) nocBsTh aHaMM3y TUOPUAU3AIUU IIe-
ayio riaaBy IX «IIpoucxoxnenus Bunos»> (1859). OH,
KaK ¥ G0JIBITMHCTBO TOTIAITHUX HATYPAIUCTOB, TIPH-
3HABAJI, YTO CKPENIUBAHIE PAa3HBIX BUIOB IIPUBOAUT
K GEeCIUIONHBIM TUOPUIAM, HO TIPEJaraj pasjindaTh
JIB€ KATEeTOPHU CTEPUIBHOCTH: y THOPHIOB TIEPBOTO
TIOKOJIEHVS] U Y Tocenyonmx rubpumos (Jlapsun
1991: 237). Cnenyet 3aMeTUTh, 4YTO IIOYTU BCS IJIa-
Ba ObLIa TIOCTPOEHA MPEVMYIINECTBEHHO HA OIBITAX
0 CKPeIIMBAHHWIO PACTEHHUH, IPOBeAEHHBIX Moze-
dom Kémbpeiitepom® (Joseph Gottlieb Koelreuter,
1733-1806) u Kapsom Tepraepom (Carl Friedrich
Gértner, 1772-1850), a cBeieHUs 0 KUBOTHBIX OBLIN
HE3HAUNTEbHBL

Cospemennuk JlapBuHa, (paHiry3ckuii 6Gora-
uuk [apas Homen (Charles Naudin, 1815—1899)¢
TaKXe IIPOCJIABUJICS CBOMIMH WCCJIENOBAHUSMU IIO
MEXBUIOBOM rubpuansanuu y pactenui. OH 6B
CTOPOHHUKOM 3BOJIIOIIMOHHOTO Pa3BUTHUS M HOJarasl
(ue3aBucuMo ot /lapBrHA), 9YTO KaUeCTBEHHOTO pa3-
JINYUST MEXy BUAMU, pacaMy U PasHOBUAHOCTSIMU
HeT. [loaToMy, IO €ro MHEHMIO, Ha IPAaKTHUKe O4YeHb
TPYZHO PasTPaHUYUBATH TaK Ha3bIBaeMble 2u6PUObL
(pesyJbraT CKpeluBaHUsI PasHBIX BUIOB) U NnoMeECU
(pe3yJIbTaT CKpeluBaHus Pac Uiy Pa3HOBUIHOCTER ).
Haio 3ameTuTh, 4TO ApyTHe 60TAHUKY TOTO BPEMEHH,
HampuMmep ¢paniy3 lomunuk Toapon (Dominique
Alexandre Godron, 1807—1880), HacTauBaiu Ha TOM,

Pomxep Bakon (Roger Bacon, okosio 1214—1292) — aurnutickuit Monax-bpanimckanerr, mpodeccop Oxcdopackoro yHu-

BEPCUTETA.

*11.C. Masmac AomycKa THOPUAHOE TPOUCXOKIEHNE JOMAITHUX JKUBOTHBIX.

3Pe3yIBTaThl STUX OIBITOB M BAIJIAABI HMeTepbyprckoro axamemuka Moseda Torimba KémbpeiiTepa mpoanammsupoBam

A.E. Taficunosuu (1935: 32-49, 1988: 86-95).

“‘TIompo6Hee o paborax I11. Hoxena o rubpuauzanuu u npobieme suza cM. A.E. Taiicunosuy (1935: 71-94, 1988: 110—-123).
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4TO CTEPHJIBHOCTD UJIH ILIOAOBUTOCTH TUOPUIOB MO-
JKET CJYKUTh KPUTEPUEM BUIA WU PA3HOBUIHOCTU
coorBercTBeHHO (cM. TlaiicuuoBuy 1935: 76-77). B
1861 r. I11. Homen npusHaBaj IUBEPreHTHBIN Xapak-
Tep BUA006PA30BAHUS M OTPUIIAT BOBMOKHOCTE CJIH-
SIHVISI Pa3HBIX BUZOB B OJMH IMyTEéM IUOPUAM3AIMN
(cm. Homan 1935: 231).

Tem He Menee B Havase XX BeKa TOJJIAHICKUNA
6oranuk du Jlorcu (Jan Paulus Lotsy, 1867—1931)
BBIZIBUHYJI KOHIIETIIHIO SBOJIIONUY Yepe3 THOPUIN3a-
IIMIO BH/IOB, KOTOPAsi OCTaBUJIa CBOM CJIel B UCTOPUU
HAyKH, XOTsI U ObIIa Ha3BaHA MCTOPUKOM T€HETUKH
AE. TaiicunoBuuem (1988: 229) <«abcypaHoii».’
JloTcu ompenenssi BUA KaK TPYIIy Te€HETUIECKU
UIEHTUYHBIX 0COGEI, T.€. TOHUMAJI €T0 OYeHb y3K0. B
TaKOM CJIydJae JIOTUIeCKU BCe KIBOTHBIE, PA3MHOXKa-
IOIIHECS TIOJIOBBIM ITyTEM, IOJIKHBI PACCMATPUBAThCS
KaK THOPHUIIBI, IIOCKOJIbKY BCE 0COOU, KPOME KJIOHOB,
TeHEeTUYECKH T€TEPOTE€HHBI, a MPOIece BUA000Pa3o-
BaHMsI HeM30EKHO ACCOIMUPYETCS C THOPUIM3AIINETN.
«OcHOBa HEKOTOPBIX CTpPaHHBIX Teopuil JloTcu o
mpoIfecce BUAI00OPA30BAHUS JIEKUT, TAKAM 00Pa3oM,
B €T0 KOHIenwu Bugay (Maiip 1947: 191).

Unest opmoobpasyiomeit poiu ruGpuansanuu
BBICKA3bIBAJIACh B MePBOi TpeTn XX BeKa W HEKO-
TOPBIMH 300JI0TaMH. BO3HMKHOBEHWE TMOPHIHBIX
TIOMYJISAIMI B 30HE BTOPUYHOTO KOHTAKTa OJIM3KO-
POICTBEHHBIX BUAOB cpeau NTull 06cyxaan s 1919 r.
HeMelkuit opauTosor JpBuH lllTpesemans (Erwin
Stresemann, 1889-1972) u apyrue (cm. /lemeHThEB
1940: 619-621). Ilox BiusaHMEM GOTAaHUKOB U «MEH-
nemctoB» (p. 22), B ToM uncie dua JloTcu, 6puTtaH-
ckutt opaurodior Ilepcu P. Jloy (Percy R. Lowe) BBI-
nBUHYJ B fiekabpe 1929 T. KOHIIEMIUIO MUKMOZOHUU
(umu naemozamuu), 0OBSICHSIIONLYIO TOPAa3UTENBHOE
MHOTOOGpasue HEKOTOPHIX TPYIII MITHI Ha OCTPOBAX,
Harpumep, BeiMepiux Moa HoBoit 3enanauu (38 Bu-
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JIOB 5 POJIOB) WJIU TAJIATIATOCCKUX BHIOPKOB (22 BH/IA)
¢ nomompio rubpuausamuu (Lowe 1930: 26; 1936:
320). XoTst 9TO HPETOa0KeHnE ObIJIO MOJTHOCTHIO
OTBEPTHYTO B OTHOIIEHUU ITIOCTEIHUX, KaK U ITHIL
BooGe (JIak 1949: 114 u 143)°, ceifuac OHO BHOBb
npusiekaer K cebe Buumanue (Arnold 2006: 13—14).
Knaccuxk coBerckoii reHetuxu Anexcauap CepreeBud
Cepebposckuii (1892—1948) B 1935 1. ommy6mKoBan
MHTEPECHYI0 MOHOTPA(pUIO, TIOCBAIIEHHYIO THOPU/IH-
3aIUY JKUBOTHBIX.

Jlumb npumepHo B 1920-e rozpl cTasu MOSIBISTD-
Cs1 TIEPBbIE PE3YJIBTAThl M3YYEHUS TUOPUAU3AIUU B
mpupoze (Howard et al. 2003: 298). B CoBerckom
Cotoze rTuOpuaM3aiuy Kak (HAKTOPYy HSBOJIOINUU
0COOEHHO GOJIBIIIOE BHUMAHWE YIAEASIN OOTAaHUKH
(Komapos 1940; PosanoBa 1946; Cunckas 1948; 3a-
Bajckuii 1968; Py6iiosa 1983; Kamenun 2009). @op-
mupoBanwe B 1930-e 1 joMuHUPOBaHME B TIOCTIENYTO-
e IeCATUIeTHS OMOJOTUYECKON KOHIIETIIUU BU/IA
KaK T€HETUYECKU 3aMKHYTOW CHCTeMBbI TOIYJISIIN
MPUBEJIO K MOAYEPKUBAHUIO MCKIIOUUTETHHO BaX-
HOM POJIM MEXaHU3MOB PEIPOAYKTUBHOM M30JISIIAN’
M OTPUIAHUIO TMOPUIHOIO IPOUCXOXKIEHUSI BUIOB
JKUBOTHBIX, JIOIYCKasl B KAYECTBE UCKJIIOUEHS JIUIIIb
BO3MOKHOCTh 00pa3oBaHMsI TMOPUIHBIX BHYTPUBHU-
noBbix enuaUl] (Maitp 1947: 409) wim wHTpOTpEC-
cuBHy0 rubpuausanmo (Dobzhansky 1953: 297).8 C
IPYroii CTOPOHBI, UAes 00 YCUIEHUN PENPOLYKTUB-
HOI¥i M30JISAIUU B 30HAX BTOPUYHOTO KOHTAKTa paHee
aJIIOTaTPUYECKN  IUBEPTMPOBABIINX IOy ISIIAN
(61M3K0 POICTBEHHBIX BUIOB WJIM TIOJTYBUOB) Ty TEM
ot6opa IPOTUB TUOPUIOB IIPUBEIA K MHTEHCUBHOMY
M3YYIEHUIO TAKUX 30H B PA3HBIX IPYIIHAX KUBOTHBIX U
pacrenuii (Hubbs 1961; Sibley 1961; Bigelow 1965;
Howard et al. 2003).

PasBuTre IMTOTEHETUIECKUX U MOJEKYJISIPHBIX
METO/IOB BO BTOPOU TMOIOBUHE XX CTOJIETUS TIO3BO-

SXotst ocnoBHas kaura Jlorcu «Evolution by means of hybridization» seinuia 8 Taare B 1916 1., umeercst 60siee paHHUI
KOHCIIEKT €0 KOHIIENIHH Ha pycckoM sizbike (Jorcu 1914). Barusiabt JIOTCH ¢ KPUTHYECKUX O3UITUA Hanbosiee MoapoOHO
paccemotpens B.JI. Komaposbiv (1940: 66—71 u 123), csxkaro H.I. PyGaitnosoii (1965: 181-182), K.M. 3asauckum (1973:
281-282) u 3.M. Py6roBoii (1983: 118) u 6oiiee 6imaroxenarensto P.B. Kamenunsim (2004: 133 u 157-159).

STlocaemHue uccae0BaHys OOHAPY KM HHTPOTPECCUBHYIO THOPUANSAIMIO MEK/TY BUIAMU 3eMJIIHBIX BHIOPKOB Geospiza
(Grant and Grant 1992, 2004, 2008).

7CaM TepMUH «u30Jupyioinie MexauuaMbi» G BBenéH D.T. [loGpxkanckum B 1937 1. (cm. Dobzhansky 1953: 180).

8TIo cnpasemymBoMmy 3amedannio E.H. ITanosa (1993: 67), crporue cTOPOHHMKM OMOJOTMYECKON KOHIIENIIUY BUA TIPU-
HUMAJIM MEKBU/IOBYI0 TMOPUIN3AIMIO 32 HEKOE aHOMAJIbHOE siBJIeHUE. [[€fiCTBUTENHHO, OHY IPU3HABAIH €€ C PA3TUIHBIMU
OTOBOPKaMH, KaK Obl HEXOTsI, B JIyUIIIeM CJIydae JIUIIb KaK HApyIIEeHUEe PEPOAYKTUBHBIX U30IUPYIOIINX MEXaHU3MOB, Yallle
BCETO B YCJIOBUSX aHTPOTIOTEHHOTO u3MeHeHust cpefbl. Celfuac yke MOYTU HUKTO HE COMHEBAETCSI, YTO TUOPUAU3AIIUSA —
IIUPOKO PACHIPOCTPAHEHHOE, OOBIYHOE SIBJICHUE B HBOJIOIUH BUIIOB, 2 HE HEKOE OTKJIOHEHHE.
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JIWJIO, B OTJINYKME OT BHENTHEMODPMIOTHMIECKUX MPH-
3HAKOB, aIEKBATHO OIEHWBATh THOPHUIHYIO TIPUPOLY
Kaxmoi ocobun.” B MHOrounceHHBIX paboTax GBLIO
MOKA3aHO BECHMA IIUPOKOE PACIIPOCTPAHEHUE MEXK-
BUIOBOM M’MOPUAN3AIINY CPE KUBOTHBIX B TIPUPOJIE.
I70 HeM36eKHO MPUBEIO K HOBOU OIEHKE 3HAUEHUS
rubpuan3anuy Kak (hakTopa IBOMIONUY, a TAKXKe K
HOBOMY, 6ojiee IIyOGOKOMY IIOHMMAHHUIO IIPOGJIEMBI
BUza 1 BUooGpasoBanus (Hanpumep, Anderson and
Stebbins 1954; Lewontin and Birch 1966; White
1968; Key 1968; /lapesckuit 1974, 1986; Bopkun u
Hapesckuii 1980; Tpant 1984; Bacuines 1985; ITanos
1986, 1989, 1993, 2001; Bullini and Nascetti 1990;
Arnold 1992, 2006; Grant and Grant 1992; Poccouu-
Mo 1993; Dowling and Secor 1997; Boponmos 1999;
Kprokos 1990, 2000; Barton 2001; Mallet 2005, 2007,
2008; Schwenk et al. 2008). Bosee moapobHBI aHa-
JI3 UCTOPUY UCCIE0OBaHMM 110 TUOpUAM3aImy B X X
CTOJIETUHM MOKHO HaliTu B ipyrux paborax (Py6aiino-
Ba 1965; Py6uosa 1983; Howard et al. 2003; Schwenk
et al. 2008; Kamenun 2004: 132—146, 2009).

B mocnentue necsaTusieTvisi THOPUAN3ANUS CTATA
OJIHOM M3 OCHOBHBIX TEM 9BOJIIOI[MOHHON GHUOIOTHN.
CraTbhsIMH TI0 TOM TeMaTHKe B TEYEHUE YiKe MHOTUX
JIET HACHINIEH OJIMH W3 TJABHBIX MEXIYHAPOIHBIX
xypHanoB <«Evolutions. Illupokuii aHanmms mpo-
11ECCOB MHTPOTPECCUBHOM IMOPUAN3AIIMN B TIPUPOJIE
Kak 06MeHa TeHaMH BMECTE C TaK HA3bIBAEMBIM JIaTe-
PaTbHBIM (MJIF TOPU30HTATBLHBIM) TIEPEHOCOM TEHOB
cpel MUKPOOPraHM3MOB, PaCTeHUH, TPUOOB U JKH-
BOTHBIX MPUBOAUT K OCMBICTIEHUIO HBOJIOIIMOHHOMN
nuBepcu(UKAIMU He B BHUJE JIEPEBA, a CKOpee Kak
cetu xusuu (Arnold 2006: VII u 189).

OCHOBHbIE IIOHATHS M MX 00CY3KAeHHE

K HacrosimeMy BpeMeHM HAaKOIHJIOCH OIPOMHOE
KOJIMYeCTBO paboT mo rubpuansanuu. OIHAKO UX aB-

JL.S1. Bopkun u C.H. JIutBunuyk

TOPBI HEPEAKO TPUMEHSIA Pa3IUIHYI0 TEPMUHOJIO-
TUIO JIJIsl OMHUX U TEX JKe SABJIEHUN U e, Ha000POT,
NpeIJIaTaI PasHOe TOJKOBAHKE OHUX U TEX JKE Tep-
MWHOB, YTO CTAaHOBMJIOCh MCTOYHUKOM Pa3HOTJIACHIA.
C omHO#M CTOPOHBI, YKA3BIBAJIOCh HA CEMAHTHYECKYIO
Y KOHIIENITYaJIbHYIO Ty TAHHILY Y HECKOJIBKUX TOKOJIE-
uuii yaénbix (Woodruff 1973: 213), a ¢ apyroii, ocyx-
JIAIOCh TIOJYMHEHNE <«IOTMaM aIllPUOPHBIX JeUHMU-
uii» (ITaros 1989: 27). {ns Toro, 4T06bI M36EKATH
HEINOHMMAHWsI, HYXKe MbI IPUBOAUM (OPMYJIMPOBKH,
MIPUHSTHIE B IAHHOM CTaThe. 3aMeTHM, 4TO B Hell pac-
CMaTPUBAETCS TOJBKO €CTECTBEHHAs TUOPUIM3AIIKS,
T.€. Ta, KOTOpasi IIPOUCXOMUT B IIPUPO/IE.

[lon cucmemamuxoti Mbl TIOHUMaeM HayKy O TaK-
COHOMUYECKOM PasHOOOPa3UH KUBIX CYIIECTB (BU-
JIOB), T.€. OHA 3aBEIOMO LIUPE, YEM TIPOCTO MPABUJIA
knaccudukanyuy (TAaKCOHOMUS ).

TepmutoM zubpuousavus mol, kak patee A.C. Ce-
pe6posckuii (1935: 7), obo3HayaeM CKpelIuBaHue
MeXIy O0COOSMH, TPUHAIEKANMUMA K DPasHbIM
BumaM.!® COOTBETCTBEHHO 2ubpud — HPOAYKT IH-
OpUAM3aIU B JaHHOM CMBICJIE (IIEPBOE M MOCJIeNy-
fonue moKoseHus ). TakuM 06pa3oM, Mbl TOBOPUM O
MEXBUIOBOM TUOPUAM3AIUKU. ITO JIUIIh YACTHIHO
COBIAJaeT ¢ (DOPMYIUPOBKOM, IPUHSITON B MeXmy-
HAPOJIHOM KOJIEKCE 300JIOTHYECKONW HOMEHKJIATYDBI
(2004, CnoBaps: 146): rubpu — MOTOMOK JBYX 0OCO-
Geil, OTHOCSIIIMXCST K PAa3HBIM TAKCOHAM, MOCKOJbKY
MTOJIBU/IbI TAKIKeE SIBJISAIOTCS TakcoHamu (c. 159 1 166).

B sureparype MOKHO BCTPETHTH BeChbMa Pa3jiny-
HBle onpezeaeHus rubpuausarnuu. [lox aTo MoHATHE
TOABOAIMJIA U TIOABOAAT OYEHb OOUMIMPHBIA CIEKTD
SIBJICHUIT: OT CKPEINUBAHUS TEHETUYECKU HECXOIHBIX
ocoleit U3 OIHOM TOMYJIAIMH, MEXKIY PA3HBIMU T10-
MyJISANUSIMEA, XPOMOCOMHBIMM pacaMi, MOABUIAMU
110 0OOMeHa TeHaMu MeXIy BUIAMH, B TOM 9UCJIE TIPH-
HAJIJIEKANIUMHU K Pa3HbIM TaKCOHaM G0Jiee BHICOKOTO

M coib30BaHUE TOIBKO BHEITHUX IPU3HAKOB, FEHETMYECKAST OCHOBA KOTOPBIX HE BCET/[A SICHA UJIA CJIOJKHA, OOBIYHO HE TTO3BO-
JISIET HAZIEXKHO UAEHTU(DUITUPOBATH TMOPHUIbI, TPUBO/A KAK K 3aBBIIIEHUIO, TAK U 3aHKeHNIO NanHbix (Bopkut u lapeBckuit
1980: 487; [Tanos 1986: 231; Kprokos 1990: 25; Smith 1992: 42 u 43; Allendorf et al. 2001: 614; Harpert and Hart 2007: 381;
Neaves et al. 2010: 507). Hampumep, a51eKTpoOPETHYECKII aHAIN3 GETKOB TI03BOJIA KAPIAUHAIBHBIM 00Pa3oM MEPECMO-
TPETh NPeBILYIIHe B3Il Ha IIPUPOY Psi/ia KaBKA3CKUX cKaabHBIX smeput] (Japesckuit 1967: 140, 189-190 u 197), ycra-
HOBUB T'HOPUIHOE IPOUCXOKIEHNE TTAPTEHOBUIOB U HETHOPUAHOCTH 060erooi Lacerta mixta (Assemnn u JlapeBckuii 1974:
558; Uzzell and Darevsky 1973, 1975). KapTsl uHTpOrpeccyu, MOCTPOEHHBIE 10 MOP(OJIOTUYECKUM U GUOXUMUYECKUM TIPH-
3HAKaM, y TpeOEHYATHIX TPUTOHOB 3aKapraThs 3aMeTHO pasnudatorcs (JlutBunuyk u Bopxus 2009: 159). Takum oGpasom,
C OJIHO# CTOPOHBIL, He BCe TMOPU/IBL, JaKe TEPBOTO TIOKOJIEHST, MOP(MOIOTHYECKH TPOMEKYTOYHBI MEXKITY POAUTENbCKUMU
BUJIaMHU, A C IPYTOH, He Bce MOP(MOIOTMYECKH TPOMEKYTOUHBIE 0co0u siBiistioTcst rubpunamu (Dowling and Secor 1997: 605).

1OMBI IpHIEPKUBAEMCS BOTIOIMOHHON KOHIIETIIIMU BUIA, TIOJIATasl, YTO OHA BKJIIOYAET BCE IIEHHOE, 4TO pazpaboTano 6uo-
Jormdeckoi KoHrenmue Buaa (cm.: bopkun u ap. 2004: 939).
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panra (pox, Tpuba, cemeiicTBo). BecbMma xapakrep-
HOIl B 9TOM OTHOINIEHWU ObLaa IMO3WIMsE GOTAHMKA
BaBusioBckoi 1mkoael E.H. Cunckoin (1948: 317),
KOTOpasi BBIEJISIIA MUKDO- VI MAKPOZUOPUOU3AUIO,
WM OTHAJIEHHYIO THOPUAN3AINIO, C TIPOMEKY TOUHBI-
MU BapyuaHTaMU MEX/1Yy HUMU.

«CHCHOBHTCJH)HO, HYXHO OT/IMYaTb pPa3/IMYHbIE CTYyIIE-
HU TIPOSBJICHUST BCTPEYHBIX MPOLECCOB: 1) THOPHAM3AIIMIO
BHYTPU OTAEJ/IbHBIX KOHKPETHBIX €CTECTBEHHBIX HOHyJIﬂIII/Iﬁ
OHOTO BHfA — MMKPOrMOpHAM3anuio; 2) ruGpUaM3aiuio
MeXIy SKOTUIIAMHU OJHOTO Bua; 3) rubpuamsanuio OJms-
KMX BHJZIOB B O4are MX IPOUCXOXKAEHUS; 4) THOPUAN3ALIMIO
6JII/ISKI/IX MOJIOZIbIX BU0OB, HEAABHO BBIIIECAIINX W3 OAHOI'O
HCXOOHOT'O KOMILTIEKCA, IIPU BCTPEYaX MX 3a IIpe/ieIaMu IE€H-
Tpa IPOUCXOXKAEHNST; 5) THOPUAN3AINIO OTAANEHHBIX BUIIOB,
KOTOpBIE aBHO W B CHUJIBHOHN CTEIIEHW IMBEPTUPOBAIHA U3
o6uux uctokoss> (Curckas 1948: 320).

Pasnynble «XOPOIIO BHIPAKEHHBIE THOPHUIHbBIE
30HBI», «MEKIIOABUIOBbIE THOPUABI»'! U «IIUpoKas
30HA BTOPUYHOH WHTETPAJANUH, OOYCITOBIEHHAS
PAKTUYECKM HEOTPAaHMYEHHON Trubpuausamuen»>
«Me3K/Ty IOTPAHUYHBIMU BUIAMU CKATbHBIX SIIEPUIL>
Kaskasa Obmm ormeuensr M.C. [lapesckum (1967:
188—189). Tubpuansanuss Mexy TeHETUYECKU CXO/-
HBIMHU TIOTIYJISIIIUSIMU OTHOTO M TOTO K€ BUA, WU
BHYTPUBHIOBas THOpUAM3AIUS 00CYXKIaeTcs B 00-
sope @Opena Annennopda ¢ coasropamu (Allendorf
et al. 2001: 617).

Brimatomuiicss aMepuKaHCKUI 9BOJIOIMOHUCT 1
opuuTosior IpHCT Maiip (1968: 297) uérko ykasan
Ha TO, YTO PaCHpPOCTPaHEHKME TePMUHA «TUOPUAN3A-
IUsT> K JTII06OMY TIOTOKY T€HOB OT TIOTIYJISAIMY K TOILY-
JISIIUY TIPUBOJUT K «JIOTUYHOM, HO SIBHO abCyPIHOM
KpPaHOCTH», KOT/A JIIOOYIO TOMYJISINI0 HA3BIBAIOT
rubpunnoit. Emé panee A.C. Cepebposckmii (1935:
8) cmpaBemsIMBO 3aMETUJ, UTO HAJMYKME MEPEXOOB
MEXKIY Pa3MIHBIMU KATETOPUSIMH CKDENMBAHUIT
(ocobeii, pac, IOABUAOB, BUAOB U T.I.) HE HOJKHO
MeIaTh MOHUMAHUIO TIYOOKUX KAueCTBEHHBIX pa3-
muuuit Mexay HuMu. OH ToJaraj, 4To, HECMOTPS
Ha HEKOTOPYIO YCIOBHOCTb B OIPENEJEHUN TPAHUIL
BHUJI2, OTPUIIAHUE TI€T€CO00PAZHOCTH 1 TPABOMEPHO-
CTH BbIJIEJIEHUS] MEKBHUIOBON THOPHIM3AIIUNY B 6osiee
WK MeHee CrenubrIecKyio 061acTh MOKET TPHBe-
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CTH K BBIXOJIAIUBAHUIO BCETO MOHATHS O THOPUIAX.
OcraBiisist TepMUHBI «TUOPUAUSANNST> U <THOPHIBI>
3a 00s1acThI0 MexXBUAOBBIX ckperuBanmii, A.C. Ce-
pe6posckuii (1935: 9) npeaIoKuI CKpeluBaHus Ha
BHYTPHUBHUIOBOM YPOBHE (TIOABUbI, PAChl, TOPOJIbI)
Has3bIBaTh cybeubpuousayuel (cybzubpudst), a BHIIIE
ceMeiicTBa yavmpazubpudusauueti (yaompazubpu-
Obt), HATIPUMED, OIIBITHI IO THOPUAMBAIUA MOPCKUX
exxeii ¢ mosutiockamu (c. 143). MexxBu0BO€E CKpenu-
BaHUe OH Ha3bIBAJI Takxke zemepozernvim (c. 50).

B oreuecTBeHHO MTEPATyPE, 0COOEHHO CBSI3aH-
HOU C TIPUKJIAJTHOM TEHETUKON U CEIEKIINEH, MEXKBU-
noBbie (M MEXPOJIOBBIE) CKPENIMBAHUS OTHOCUJIH K
TaK Ha3bIBaeMOM 0moanénnot zubpudusayuu (Pyobaii-
nosa 1965: 8; 3asanckuit 1968: 111 u 334; Py6riosa
1983: 126—127). DTOT TEPMUH, CTABIIHIA IMUPOKO KC-
mosb30BaThes ¢ 1930-x rogoB mocste paboT reHeTHKa
I /1. Kapreuerko,'? MHOTIa TIPUMEHSIETCST 300JI0TaMHU
u ceityac (cm. IlanoB 1989: 20; Kprokos 1990: 27).
Opnako cam I.J[. Kaprneuerko mucan B 1935 1. cie-
Zytolee:

«IIpu  paccMOTpeHUU Ppa3JWYHBIX CKpeIuBaHUU
[0 XapaKTepy IOJIyYaeMbIX TMOPHUIOB IIPEICTABJISETCS
TPYAHBIM JACJIUTHh UX Ha BHYTPUBUAOBbLIE, MEKXBUIOBBIE N
MekpozioBbie. [eHeTrYeckasi AuBepreHiys (GopM He BCeraa
COOTBETCTBYET TEM MOp(bOJIOI‘I/I‘{eCKI/IM IIpU3HaKaM, IIO
KOTOPBIM CTPOATCA COBPEMEHHBIE CUCTEMBI, 1 BCJIEICTBUE
9TOT0 HEKOTOPbIE MEKBUIOBBIC I‘I/I6pI/II[I)I HE OT/INYaIOTCA
[0 CBOEMY IOBEIEHWI0 OT BHYTPUBUAOBBIX, a TMOPHIIbI
HEKOTOPbIX pa3HOBHI[HOCTeﬁ BEAYyT Ce6$[ KaK THIIMYHbIE
MEXBUIOBBIE U IIP. HpeﬂCTaBJIHeTCH IIpaBUJIbHEE NEJINTDH
CKpEIuBaHUuA Ha 6JII/IBKI/I€‘ 1 OT[Aa/IEHHBIE B TOM WA
VHOHN CTelleHU, pa3yMesl IIOJ] OTAAJI€HHOCTHIO pas3judue
TEeHETUYECKUX CTPYKTYDP CKPEIMBAIOIMUXCSI (HOPM, HEIIO-
CPEZICTBEHHO OTpakalolleeCsda Ha XapaKTepe U IIOBEAECHUU
ruOPUIOB. ITO Pa3INdKe CTPYKTYP ONPEAEIAETCS TeHHBIM
COCTaBOM, CTPOEHHUEM XPOMOCOM, YHCJ/IOM UX, a UHOTJa U
mubdepennuarueii wias3mel> (Kapreyenko 1971: 147).

Ipucr Maiip pasnudan 06MeH reHaMu MeKY T10-
IIYJISIUSME OJHOTO M TOT'O K€ BHA U THOPUAM3ALIUIO.
ITox mocsenteit oH moHMMAN <«<..> CKpeNIMBAHUE
MEKIY 0COOSIMH, IIPUHAIJIEKAIUMU K 08YM HECX00-
HOLM MPUPOOHBIM NONYAAUUSIM, KOTOPHIE BTOPUIHO
BcTynwiu B KoHTakT» (Mayr 1963: 110; muTt. mo:
Maiip 1968: 101)!® uiu mpocTo Kak «CKpenirBaHie

'"HekoTOpHIe U3 IIEPEYHCIEHHBIX UM IIOBHUIOB CEIYaC CYNTAIOTCS BUAAMU.

12«U3yuenue orpanenHoi rubpuausaiuu pactednuii B CCCP» (1934) u «Teopus otnanenHoi rubpunusanuu> (1935), rae
peus IJIa O CKPENMBAaHUK BU/IOB ¥ POJIOB pacTeHuil B 1iesisix cesekiuu (cMm. Kapneuenko 1971: 134 u 147). Onnako coueta-
HHe «OTAaJEHHAs THOPUIU3AIlKs» )KUBOTHBIX MOIMagaeTcs B opunuanbhbix fokymentax 1931 r. (Cepebposckuii 1935: 47).

1339Ta hopMmynupoBKa Bckope Obuia moaseprayta kpuruke (Bigelow 1965: 457), HO eé IpUHSIM HEKOTOPHIE IPYTHE OPHU-

tosioru (Hanpumep, Rising 1983: 133).
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MEKIY 0COOSIMU, IPUHALJIEKAIIUME K PASHbIM ecme-
cmeennvlm nonyasyuims (c. 515; kypcus nvam — JLB.
u C.J1.). DTO IOBOJIBHO PaCILIBIBYATOE OTIpe/eieHIe
HE BO BCEM COBIIQJIAET C €T0 XK€ KPUTUKOW APYTUX
aBTOPOB, a TAKXe C COOCTBEHHBIM (0JIee PAHHUM TOJI-
koBanueM (Maiip 1947: 393):

«M3omMpyiomue MeXaHW3Mbl HE HENOTPENIUMBI U
KOIJla OHM OTKa3bIBalOT, TO (hOPMBI, KOTOpbIE 6oJiee Wiu
MeHee JIMBEPTUPOBAJIM 110 CBOEMY T€HETHYECKOMY COCTaBY
M CHCTEMATMYECKMM OTHOIIEHUSAM, CKpenmBaoTcs. Takoe
CKpelluBaHue HasbIBaeTcs Tubpuausanyeii. OueHb TPYIHO
OIIPEIETUTh STOT TEPMUH WJIM XOTS OBl OTTPAHUYHTH €T0
OT Pas3NYHBIX (HOPM BHYTPUBHU/OBBIX CKPEIUBAHUIL. Yno-
mpebaenue mepmuna ubpuousayus 6e3ycroeHo onpagoano
8 mex CAyUasx, K0z0a peub udem 0 CKPeUUBaHUIX MeXcOy
0COBAMU PASIUUHBIX CEMELCME, PO008 UL XOPOUUX BUC0S.
Ho B xakoil Mepe MOXKHO Ha3bIBATh TMOPUAN3AIMEN CKpe-
IIMBaHUE MEKIY OCOOSIME Pa3JINYHBIX TIOABHIOB UK IIPO-
CTO OTJIMYAIOMIUXCS TOIMYJIANUH OfHOrO BUAA?» (KypCUB
narit — JIL.b. u CJL).

B wusBecthoii crathe (Bigelow 1965: 458) mox
rubpuan3aIyeil MOHUMAIOCh «<..> CKpeIlUBaHUE
MEX/Iy €CTECTBEHHBIMH MOIYJISAIUSIMH, TOCTATOYHO
NVBEPreHTHBIMK, YTOOBI MPOSABIAATH 3(PGHEKT Te-
HETUYEeCKON HEecOBMECTHMOCTH, PpaclO3HaBaeMOM
Kak TakoBoi». OIHAKO Takoe ompefiesieHre TPYIHO
ucmosb3oBath Ha mpaktuke (Woodruff 1973: 213).

JL.S1. Bopkun u C.H. JIutBunuyk

po6IEeMBl TPAHUIIBI BUA, T.e. HAYUHASL CO CTAUU
«METamnofIBUIOB», MOJIYBUAOB (semispecies)?® win
3apoxaaonuxcs BunoB (in statu nascendi).

Muorue asropsl (Woodruff 1973: 214; Harrison
1990, 1ut. mo: Kprokos 2000: 12; Dowling and Secor
1997: 595; Gardner 1997: 2; Arnold 2006: 25 u 192)
o/l TUOPUAN3AIKEH TTOHUMAIOT CKPEIUBAHUE OCO-
Geil IBYX MOTYJISIUil (MJTU TPYIII HOIYJISITUiL), pas-
JIMYMMBIX TIO0 OJHOMY WJIH GoJiee HAC/Ie[CTBEHHBIM
mpu3HakaM. Takoe oIpelesieHue, 10 WX MHEHUIO,
YHUBEPCAJIBHO [I7isA JI000W KOHIIEMIIUU BUIA U He
OIEpUPYET C TAKCOHOMHUYECKOU OIleHKOU (opm.!'s
IT0 AKOOBI TO3BOJISIET M30EKATh JIOTMYECKH TI0-
POYHOTO KPYyTa, €CIM TIOJ TUOPUAN3ANNENR paccMa-
TPUBATh TOJBKO CKDEIIUBAHUE BUOB, MOCKOJbKY
rpaHuIlsl Buga (110 KpaiiHeil Mepe, B GHOJIOTUYECKOI
KOHIIETIIUN) OIPENENSIIOTCS HECKPEIIMBAEMOCTHIO
¢ O6JM3KOPOACTBEHHBIMU (opMamu  (CM. TakKxke
Maiip 1968: 101). OgHako 3TO He TaK, MOCKOJBKY
HaJIMYKe TMOPUAM3AIMK caMo TI0 cebe emé He OT-
puraer BupoBoro craryca (opm. Hampumep, A.IL
Kpiokos (2000: 43 u 45), HecMOTpS Ha HaJU4ue
yCTOMYMBBIX rMOpUAHBIX 30H B EBpome u Cubupw,
mpUAaET TMOPUAM3UPYIOIIUM CEPOii U YEPHO BOPO-
HaM CTaTyC BUAOB. ITO e OH C/IEIAT 1 B OTHOIIIEHUH

COPOKOITyTOB-KYJIAHOB (TaM ’Ke), TPUIEP>KUBASICH
TaK HA3bIBAEMOM (DUIOTEHETHYECKOW KOHIIEMIUH
BHU/I, YTO COOTBETCTBYET PAHTY MOJYBHIA B OHOJIO-
ruvyeckod Kourernnuu Buma.l’” Ha Hamn B3riisia, moj

E.H. ITanoB (1989: 14) mpemmoxus OrpaHUYHUTH
[IpPUMEHEHNHEe 3TOT0 TEPMHUHA K IIPo6JIeMaM DeIpo-
INYKTUBHOM W30JISIMKU W BUm006pasoBaHus.'t Mer
MPUHMMAEM STOT PA3yMHBIH IMOAXOJ B KOHTEKCTE

“Hemmuoro paree E.H. ITanos (1986: 224) onpeznesisi ruOpuaAn3aiuio Kak «<..>CKpeluBaHue 0CO0el, IIPUHAIJIEKAINX K
PA3HBIM TIOILYJISIIUSAM, €CIIU MEK/Y TAKMMHU MOIYJISIHSIMA B HODME MMEETCST Pa3pPhIB (XUATYC) 1O KaKUM-TH60 MOPGhOIOTH-
YeCKUM TIPU3HAKaM — Oy/b TO Pa3MePHbIE XaPaKTEPUCTUKU, 0COOEHHOCTH OKPACKY WJIM PA3JINYKsl B CTPYKTYPE KAPUOTUIIA>.

TlonsTue «noayeud» (semispecies) 6b110 mpeatokeHo . Maiipom (Mayr 1940: 256). XoTst TEpMUH BOLIEN B IIPAKTHU-
Ky, 0c06eHHO cpenu opHuToM0roB (Hampumep, Short 1969a: 89; Cremansta 1978: 1466; Haffer 1986: 178; Kprokos 2000:
7), nexkoropsie aBropsl (Key 1982: 441) cuuranu ero 6eciosiesHbIM. BIMBKUM MOKHO CYMTATh MOHITUE <Me2anooeud»
(megasubspecies), KOTOPbIM 0003HAYAIOT IPYIIIIBI IIOABUIOB, 00pa3yIoIIue IIPH KOHTAKTE Y3KYI0 TMOPUAHYIO 30HY U IIPU-
GIIMIKAIONIMECS K CTATyCy OUOTIOrNYECKOTO BUIA, TOT/A KAK IPOCTO TOABU/BI JAI0T IUPOKYI0 300y nnTeprpagauu (Haffer
1986: 178). «HeonepannonanpHOCTh» 3THX mousTHiT otMeTra E.H. ITanos (1989: 11).

6Ha mamr B3IJIsiA, JaHHOE OIIpe/iesieHNe BecbMa PacIUIbIBYATO M MeHee yaauHo, yeM npeayoxenve E.H. ITanosa. Panee
A.IL. Kprokos (1990: 25) non rubpuausaiyeii moHUMaII «<...> CKPelIUBaHue 0CO0ei U3 OTYETIUBO PA3JIMIAIONIUXCS T10-
MyJISIAHN, HE3aBUCUMO OT UX TAKCOHOMUYECKOTO paHras. Biuskoe ompenenenue, HO 6e3 KOHI[OBKH O TAKCOHOMHYECKOM
paHre, MOKHO HaiTu 1 y Apyrux aBTopoB (Green 1996: 96). OTka3 OT OIlEHKM PaHTa TAKHX MOILYJISINH, KaK ¥ OT UCTOPUU
UX KOHTAaKTa, T.e. PasjM4eHMs] MHTePrpagalliy Wi BropudHoro konrakra dopm (Woodruff 1973:214), Bpsim 1 MOKHO
TIPUBETCTBOBATh.

"CoracHo pUIOTEHETUYECKOH KOHIIETIINY, BU — 9TO HaMMeHbInast Auarnoctupyemas rpyimna (diagnosable cluster) oco-
Geit, cBA3aHHBIX poacTBOM mpenka—mnoromka (Cracraft 1983: 170). Mnade roBopsi, MOMJIAINY € aTIOMOPGHBIMY TIPU3HA-
KaM¥ TPU3HAIOTCS 9BOMIOIMOHHBIMYU €TUHUIAMUA ¥ TAKCOHOMUYECKUMU BUAAMU. [[pyTiie OPHUTOIOTH-IBOIONUOHUCTHI
(Haffer 1986: 178; Ilanos 1993: 63 u 66) cooTHOCAT «hHUIOTEHETUUECKUH BUA> C TIOABUAAOM B PaMKaX GHOJOTHYECKON
KOHIIETIINH, & KATETOPHIO TOTyBU/a (MM METAO/IBI/IA) TIPUPABHUBAIOT K 9BOJIONMOHHOM KOoHIen iy Buaa. O BO3MOXK-
HOCTH eIMHOH o6mielt konienuu Buzga cM. de Queiroz (1999).
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NPEJIOKEHHOE BBIIE OIpe/eJieHre TuOPUIN3aIu
MOJKHO TIOIBECTH BECbMa IMTUPOKUIN KDPYT SIBJIEHUM,
TTOCKOJIBKY MHOTHE TIOIYJISIIIUU 6HYMpPYU BUIA MOTYT
pasInyaThes XOTs Obl IO OJJHOMY HAC/IeICTBEHHOMY
MIPU3HAKY.

Iepsuunas unmepepadayus'® — NepBUYHBIA reo-
rpaduvyecKu HEIPEPHIBHBIN TIEPEXO MEXKIY AUBEP-
TUPYONUMA TPYIIAMUA TOMYJSIUiA  (TIOBUIAMMA )
B IIpeZiesIaX apeaja OMHOTO U TOTO e Buaa (0 MX
reorpaduyeckoro ob6ocobmenust). TepMuH ObLT TIpe-
soxxeH B 1942 r. Opucrom Maiipom (1947: 163, 1968:
296). NnTeprpasaiius sBIsSeTCS Pe3yJIbTaToOM pacce-
JIEHVsI BUZIA U1 AJAIITAI[UY €T0 JIOKATbHBIX MO ISIIAN
K MECTHBIM YCJIOBUSIM C COXPAHEHUEM I[€JIOCTHOCTH
BH[Ia 32 CYET TOTOKA TEHOB MEK/TY MO ISIIASIMUA.

Bmopuunas unmepzpadayus — TPOCTPAHCTBEH-
HOe CXOXeHue paHee reorpabudecku 060cobeH-
HBIX TPYIII TIOMYJISIIIH Bruaa (HampuMep, IOABUIOB
WJIY TIOJIyBUIOB).

Konumaxmmnas 3oma — 30Ha COTIPUKOCHOBEHWST WIIH
TIePEKPHIBAHNS apeaioB 6IM3KO0 POJICTBEHHBIX BUIOB.

Tubpuonas 3ona — KOHTAKTHAs 30HA C TIPU3HAKA-
My ruGpuau3aiu. VHble ompenesieHus: MPUBEIEHBI
B COOTBETCTBYIOIIEM pas3JieIe.

CorsacHo 3. Maiipy (1947: 164, 1968: 297), cu-
CTEMATHKU TIPEAMOYNTAIOT HA3bIBATh 30HBI BTOPUY-
HOM MHTEprpajiaiiuy 3o0HaMu rubprausarmm. OHaKo
[pPY BTOPUYHOM KOHTAaKTe MMOPUAN3AIMS MOXKET U
HE TIPOUCXOINTD, €CIU CUJIBHO IUBEPTHPOBABIINE B
YCJIOBUSIX TeoTpadIruecKoii N30SI IPYIIIHI ITOILY-
JISIIIAH TOCTUTIIN YPOBHS BUIOB C HAJEKHOM Perpo-
NYKTUBHOM usossanueit (cM. Takxke Maiip 1971: 223).
ITosToMy, Ha Hall B3TJISA, JIydille PasTPAHUYUBATH
9TH pa3Hble SIBJEeHUs. B psine ciydaeB TPyAHO IIpo-
BECTH YETKYIO IPaHb MeXIy ruOpuansanueil u BTo-
PUYHOI WHTeprpajgalei, MOCKOIbKY 3TO 3aBUCUT
OT TIPU3HAHUS KOHTAKTUPYIOIUX (HOPM IIOABUAAMU
WU BuziaMu. B mepByto ouepesib 3T0 OTHOCUTCS K CH-
Tyaluu ¢ He3aBEPUIEHHBIM BUI000PA30BAHUEM WJIH
K GJIM3KO POJICTBEHHBIM BH/IaM C [TAPANiaTPUIECKUMU
apeasamu. [IpuBeiéM HECKOIBKO Pa3HbIX IIPUMEPOB.

V 6eckpsuioit akpumast Podisma pedestris (Ortho-
ptera, Acrididae) BEISIBJIEHBI ZIBE XPOMOCOMHBIE PaCHl,
KOTODBIE PA3IMYAIOTCS TAKXKe IO COAEPKAHUIO SIIep-
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uvoit [IHK, Ho He o BHemTHUM nipu3Hakam. [losaraor,
YTO TTOCJIE OKOHYAHUS JIEAHUKOBOTO TIEPUOJIA TI0 MEPe
MOTETUIEHNST KJIMMAaTa 9TU PaHee aJUIoNaTPUYECKUe
pacsl crajm 3acessiTh TopHbIi 1or Mpanimuy, 110 Kpaii-
Hell Mepe, 10 IBYM pasHbIM HarpasieHusM. O6paso-
BaBIITASCA MOCJIE UX BCTPEYH y3Kasi TMOPUIHAS 30HA
mmpuHoit B 580—800 M u ayuHoi B 140 kM cyIecTBy-
eT, mo-puguMomy, 6osiee 8000 JieT v TOAIEPKUBAETCS
3a cyéT HGayaHca MKy BCETEHHUEM pPac B 9Ty 30HY U
0TGOPOM TIPOTUB TUOPUAOB, 00YCIOBJIEHHBIM TEHETH-
YeCKOW HEeCOBMECTMMOCTBHIO XPOMOCOMHBIX pac. Ha
OCHOBAHUU OIIBITOB TI0 CKPENIMBAHUIO IIPEIOJIara-
€TCSI, UTO CBOU BKJIA/[ B TIOHIKEHHYIO JKU3HECTIOCO0-
HOCTb TMOPHIOB BHOCAT 1104TH 150 HE3aBUCHMBIX JIO-
kycos (Barton and Hewitt 1981a, 1981b: 378; Nichols
and Hewitt, 1988: 40 u 47; Hewitt 1990: 1705—-1706;
Keller et al. 2008).1°

Vcnonb3oBanme MUKPOCATEIUTOB MOATBEPANIIO
HaJM4Yue TPEX YETKUX MOJBUAOB y 3amagHOaAMepH-
KaHCKOM HesICBITH Strix occidentalis v I03BOIAIO
OYEPTUTHh TPAaHMIBI WX pacipoctpaHenusi. Oxasza-
JIOCh, YTO MTHIIBI CEBEPHOTO M KaTMU(MOPHUICKOTO
TOIBU/IOB TUOPUANSUDPYIOT B y3KOW 30HE WHTPO-
TPECCUU U, BO3MOKHO, SIBJITIOTCSI PAa3HBIMU BUIAMU
(Barrowclough et al. 2005: 1117; Funk et al. 2008:
168). 3amerHas mHTporpeccusi 6GbTa OOHApPy’KeHA
oaxxe Mexny reorpad®udecku U30JMPOBAHHBIMU
CEBEPHBIM M MEKCHKAHCKUM TIOJ[BU/IAMU, YTO CBUJIE-
TEbCTBYET O TATEKNX 3a7IETaX MUTPAHTOB B ITPEIEJIbI
IPYTOTO TIOABU/IA.

AIO3VIMHBINM aHAIW3 MOKa3aj, YTO TOpHAs U
paBHUWHHAsE (POPMBI CEBEPOAMEPUKAHCKON 6e3ié-
rounoii camamauzapbl (Eurycea bislineata complex),
CUUTABIIUECS TOIBUIAMY, TEHETUYECKU PA3TUYHBI
(D=0.22) v ipu OTCYTCTBUU SIBHBIX reOrpamuecKux
mperpaj; 06pasyioT y3Kyl0 KOHTAaKTHYIO 30HY IIpakK-
THYecKU 6e3 oOMeHa TeHaMu. JTO TO3BOJISIET Pac-
cMaTpuBaTh UX KaK pasHble BUIbL, Eurycea wilderae n
Eurycea cirrigera (Kozak and Montanucci 2001: 30).

[lBe KapHOJIOTHYEeCKH Pa3IUIHBIX (HOPMBI C
MapanaTpuyeckuM paclpocTpaHeHreM Obliu OOHa-
PYKEHBI Y CEBEPOAMEPMKAHCKUX sIieputl Sceloporus
grammicus. B xoHTakTHO# 30He mmpuHOil B 400 M
ObLIN OOHAPY’KEHBI THMOPHABI IEPBOTO IOKOJEHHUS

1806bIYHO TEPMUH «MHTEPIPAIAIHUSI> UCIIOAb3YeTCs 63 anuTeTa «reorpadudeckas» U BKIIOYAET KaK EPBUYHYIO, TAK H
BTOPUYHYIO MHTEPIPAJAIAU. DTOT Ke 00BEM COXPAHUIICS U IPH [00aBIeHnY coBa «reorpaduueckass> (Key 1982: 430).

1YBosHMKaeT 3aKOHHBII BOIIPOC, & He SIBJISIIOTCS JIM 9TU XPOMOCOMHBIE PAChl Pa3HBIMU KPUIITHYECKUMU OHOJIOTNYECKUMU

BUIAMU?
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(F,) u 6exkpoccsi (B,) ¢ obenmu dpopmamu. OgHako
CJIEZIOB MHTPOTPecCHu He 6bIio, U 00e (GOpMbI CO-
XPaHSIOT CBOU reHeTU4YecKue (QJIJI03UMBbI) PA3IUJus,
YTO TTO3BOJISIET CYUTATH UX MOJIOABIMU KPUTITHYECKH-
mu Buzamu (Hall and Selander 1973: 240).

Panee, xorma myHalCKU TPUTOH CUUTAJICS TIO-
BuzoM rpeGendaroro tpurtoHa (Triturus cristatus
dobrogicus), ero KOHTaKTHYIO 30Hy B 3akapiaTbe C
HOMUHATUBHBIM moaBuaoM (Puc. 1) mMoxHO 6bLIO
BITOJIHE OIPABJAHHO PAaCCMATPUBATh KaK 30HY BTO-
puuHOi mHTeprpaganuu. OnHAKO ceiiyac, KOraa BO-
npoc 06 UX BUAOBOM CTaTyCe TPAKTUIECKH HU Y KOTO
He BBI3BIBAET COMHEHUS], JIydllle TOBOPUTH O Iapara-
Tpudecko rubpuavusanuu Triturus cristatus v Triturus
dobrogicus (JTutBunuyk u Bopkun 2009: 154).

Hnmpoepeccusnas eubpudusayus (introgressive
hybridization: Anderson and Hubricht 1938: 396),
wim unmpoezeccusi (introgression) — TocTemeHHAS
UHOUIBTPAIUS T€HOB OJHOTO BU/A B T€HHBIN Iy
IPYTOrO 32 CYET IIOBTOPHBIX BO3BPATHBIX CKPEINNBA-
Hul ruOpU0B ¢ poauTeassMu (GEKKPOCCHHT).

Hazno 3ameTuTsh, 4TO B JIUTEPATYPe IPAKTUIECKU
BCE PACCMOTPEHHBIE TEPMUHBI TOABEPTAIOTCS Pas-
JIMYHOMY TOJIKOBAHHIO, COMHEHWIO WJIM KDUTHUKE.
Hanpumep, naxe cam TepMUH «THOPUT», TTOCKOJIBKY
OH MOJKET OIMUOGOYHO TIPEANOJIaraTb, YTO UMEETCS
JIMIIb OAWH TUOPUAHBIA (DEHOTHUI, a HE NMIMPOKHIA
CIIEKTP PEKOMOMHAHTOB, ¥ B TAKOM CJIy4Yae He JIydIire
JIM WCTIOJB30BaTh YacTOTHl TeHOTHNoB (Anderson
and Hubricht 1938: 396; Barton and Hewitt 1985:
115). TepMuH <MHTPOTPECCHs> HEPEAKO TTOHUMAIOT
OYEHb IMMPOKO, KaK 0OMEH TeHAMU MEKIY JIOOBIMU
b depeHINPOBAHHBIMI TIOIYJIIIUOHHBIMU CHCTeE-
MaMH, BKJTIOYAst PACHI ¥ TIOABU/IBI, ¥ UCTIOIB3YIOT JIJIST
noBOMBHO pasHbiX sasienuit (Schwenk and Spaak
1995: 467). He Bcerma sicHO, SIBJISIETCS JIA KJIMHAJIb-
Hasi W3MEHYMBOCTh PE3YJIbTaTOM IIEPBUYHON WH-
teprpajanuyn (auddepeHuanyy) Ui BTOPUIHON
unreprpaganuu (Maiip 1968: 297 u 305; Barton and
Hewitt 1985: 133), x0Ts mpenaraioTcsi METOAbI UX
unentudukaruu (Thorpe 1984).2' B psime Mopeneit

2 AMepUKaHCKMe OGOTAHWKHM WCIIOJb30BAIU TEPMUH

«germplasm».

JL.S1. Bopkun u C.H. JIutBunuyk

OBLJIO TTOKA3aHO, YTO Ja’Ke OYEHb KPYThle KJIMHBIZ
MOTYT Pa3BUBAThHCSI BIOJb TPAJUEHTA CPEBI 6e3 Teo-
rpaduueckoit U30JA1KHY, a He KaK pe3yabsTaT BTOPUY-
noro koutakra (Clarke 1966: 401; Endler 1973: 249;
Slatkin 1973: 752). OnHako IpHMEHEHHE TEPMUHA
<UHTPOTPECCUST» K MEPBUYHON WHTEPrPA/Alliu [e-
naer ero 6ecembicaennsiM (Dobzhansky 1953: 299).
SIcHO, U4TO Kakaplil ciydail TpeGyeT BHUMATETBHOTO
U3YYEeHUsI C UCIOIb30BAHUEM aJIEKBATHBIX METO/IOB.

HecMoTpst Ha CIOXKHOCTH, PACCMOTPEHHBIE TEP-
MUHBI, €CJIU UX TPABUJIBHO MPUMEHSTD, B IIEJIOM TI0-
3BOJISIIOT B JIOTMYHOU IOCJIE0BATENbHOCTH OIMCHI-
BaTh MPOIECC BUA006pa3oBanusl. B xojie HaYaIbHOTO
paccesieHusi B2 BO3HUKAET €r0 HEOJHOPOIHOCTD
Ha apeane (nepsuunas unmepepadauus). Ilocse me-
puona reorpaduyeckoro 060coOJEHUS OIS
(WM UX TPYIIIT), HATPUMED, B JIETHUKOBBIX pedyTH-
yMaX, OHU TPOXO/ST CTAAUI0 BTOPHYHOM IKCIAHCUH
¥ TIPU BCTPEYHOM JBVIKEHWM MOTYT JOCTHYB JIPYT
npyra (emopuunas unmepezpadayus). B pesyisrare
MOXKeT 06pa3oBaThcsi Kowmakmuas sona. Ecnmu mu-
BEPreHINs] KOHTAKTUPYIONINX MOMYJISIIWIA [OCTUTIIA
BUIOBOM CTajuu, HO Ge3 BRIPAOOTKY MOJIHON PEmpo-
IYKTUBHOM M30JISIINH, TO B KOHTAKTHOM 30HE MOXET
NPOMCXOMUTD 2UOPUOU3AYUS, OIHUM U3 PE3YJIBTATOB
KOTOPOW MOJKET CTaTh IPOHUKHOBEHUE T€HOB Yepe3
CEepUI0 BO3BPATHBIX CKPENIMBAHUI B POAUTETHCKUE
nomysmu (unmpozpeccust). KoHTakTHast 30Ha TIpe-
BPAIIAETCS B 2UOPUOHYIO 30HY.

Cynpba ke 3TOil 30HBI, POAUTENHCKUX BUIOB
U TUOPUIOB 3aBHCUT OT MHOTUX (DaKTOpoB (CM.
Barton and Hewitt 1985). TeopeTnuecku BO3MOX-
HBI HECKOJIBKO CIleHapHeB. Bo-TepBbiX, ruOpuIHas
30Ha MOXET CYIIECTBOBATh BECHMA JIOJITO B CIIy4ae
paBHOBecUsI MeXAy Auciiepcueil (MMMUTpanieil B
30HY) POAUTENTHCKUX BHUIOB, TPOM3BOICTBOM U Pac-
cesleHrueM TOPUIIOB U OTGOPOM TIPOTUB TIOCJIEHUX.
Bo-BTOpBIX, OHA MOKET MCUE3HYTh, €CIU PETPOLYK-
TUBHAS M30JIAIUSA MEKIY BUAaMK GyIeT YCUIUBATh-
cs. B-Tperbux, mpu ociabieHUuM Tako# U30JISAINH,
BILJIOTH [I0 €€ TIOJIHOTO DaspyIIeHUsl, BUAbI MOTYT

bauskoro OonpenesaeHudaA IpUuAEepKUBaICA

@.T. To6pxanckuii (Dobzhansky 1953: 298). meetcs u apyroe, 6osee mpoctpantoe tonkosanue (Dowling and Secor
1997: 595): «<uHTpOTpEcCHsT — ITO IepMaHEHTHOEe MHKOPIIOPUPOBAHIE TEHOB U3 OHOM IPyIIIb ubdepeHITMPOBAHHBIX T10-
MyJIAIAN B APYTYIO, T.e. KHKOPIOPMPOBAHUE Yy/KUX TEHOB B HOBYIO PENPOAYKTUBHO HHTETPUPOBAHHYIO MOMYJISIIUOHHYIO
CHCTEMY>.

'Ha Hamm B3IJISIZI, B TAKUX CIy4Yasx Jydille HCIOIb30BaTh HEMTPAIBHbINM TEDMUH «IIepeX0oHast 30Hay (transition zone).

22Cam tepmuH xauna (cline) 6bu1 npemoxken Jxymuanom Xakcau (Huxley 1939: 493), KoTopbiii paziimyan HECKOIBKO eé
BapUaHTOB.



Tubpunnsaius, BUA00Opa3oBaHe M CUCTEMATUKA dKMBOTHBIX

91

BEHI'PUA
48

23 < 24
3
$3 s
JIbBOBCKAS OBJIACTh |
e
~ &3 HBAHO-®PAHKOBCKAS
WM / OBJIACTbD
“~ _(‘
o
I

PYMbBIHUA

£
J L\\\
i
\
!
4
AW
\‘\
>
1; 48]
e
et
Q\' ™7 ‘/:/

Puc. 1. IsMeHYnBOCTh TMOPUAHOTO UHAEKCA (BEIMYMHA CEKTOPA) 10 CPeHUM 3HaueHusM uHuekca Pa/LiE y camok Triturus dobrogicus
(somepa BbI6OpoK 1—50) u T. cristatus (51—85) B 3akapmnarckoii o6mact YkpauHbl, UEpHBIN KPYT COOTBETCTBYET MHAEKCY, paBHOMY 0
(dobrogicus), a 6emsiit — 1 (cristatus); y rubpunos F, on nomker 6bith pasen 0.5. C yBesmdeHneM BbICOTBI 3HAUYEHIST HHEKCA Ta/AIOT.

Bouee noxpo6uo cm. JlurBunuyk u Bopkusn (2009: 164).

Fig. 1. Hybrid scores based on mean Pa/LiE in females of Triturus dobrogicus (samples 1-50) and T. cristatus (samples 57—85) in Zakar-
patskaya Province, Ukraine. Solid circle would be equal to 0 (dobrogicus), full open circle — 1 (cristatus), in hybrid F, 0.5. Hybrid scores
tend to be lower at higher elevations. More details in Litvinchuk and Borkin (2009: 164).

CIUBaThCs. B-4eTBepTHIX, IMOpPUAHAS IIOILYJISLIKS
MOXKET CTaTh CAMOCTOSITEJIbHBIM BUIIOM B CJIy4ae
CEJIEKTUBHOTO TIPEUMYIIECTBA TMOPHUIOB U €€ TPo-
CcTpaHCTBEHHOM n3ossaiyu. HakoHel, B-TIATHIX, OAMH
13 POJUTENBCKUX BUZIOB MOKET MCUE3HYTh M3-3a TI0-
TJIOTHTENFHOTO CKPENTMBAHUS.

Pacnpocrpanenue MeKBHIOBOI rHOpUAM3aIH
B Pa3HbIX IPynmax

IIpuyYnHBI MEKBUIOBOM TUOPUAMBALUYN Y KH-
BOTHBIX MOTYT OBITh BechbMa pasaumubbiMu (Hubbs
1955: 17-18, 1961: 8—10; Maiip 1968: 112, 1974: 91;
Gardner 1997). KoHeuHo, 4T06bI IPOM3OMLIO CAMO

CKpeluBaHue 0co6eit, OHU JIOJKHBI OKA3aThCSI B OfI-
HOM MECTE ¥ B OJIHO BPEMsl, T.€. BUIbI IOJIKHBI OBITH
XOTsT OBl YACTUYHO CUHTOITNYHBIMU U CUHXPOHHBIMH.
Takasi cuTyanusi MOXKET BO3HHKATh B CJIydae IIO-
CTETIeHHOTO, NIMPOKOTO TIEPEXO/Ia OMHOTO GHOTOTA B
npyroii (mampumep, Montanucci 1983: 9), Bnosib ako-
JIOTUYECKOTO KOPU/IOPA WJIH BIOJIb TPAHUIIBI PA3HBIX
OUOTOIOB (9KOTOH ), 3aHUMAEMBIX BUIAMH, IPU €CTe-
CTBEHHOM WJIM AHTPOIIOTEHHOM W3MEHEHUU JIaH[I-
H_Ia(bTOB, IIpNU €CTECTBEHHBIX HJN MNCKYCCTBEHHBIX
WHBAa3MIX OJTHOTO BH/A B apeas [pyroro (HampuMmep,
3aJIETHI TITUI], UHTPOAYKIUK U T.n.). [MOpuausam
MOJKeT CIocoOCTBOBATh U JeMorpadudeckasi 06cTa-
HOBKa, KaK B CJIy4ae HE/O-, TaK U ITIepeHACeJIeHUs
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(T.e. OTHOCUTETPHON PEIKOCTU OMHOTO W3 BUJIOB),
00pa3oBaHKsd CMENIAHHBIX KOJIOHHIA, 0COOEHHOCTEH
noBeaenust (Hubbs 1961: 9; ITanos 1986: 238, 1989:
59-61 u 320). OHa MOKET TMOAIEPKUBATHCS TaK Ha-
3bIBAEMBIM YaCTOTHO-3aBUCUMBIM OTOOPOM (B II0JIb-
3y GoJiee peIKuX ayjieseil) u T.1.

OOGIIEenpUHATO, YTO B MPUPOJE TUOPUANIALUS Y
pPacTeHUii BCTPEYAETCS TOPA3I0 Yalle, YeM Y KUBOT-
ueix (Hampumep, Maiip 1968: 115, 1974: 93). Kak
3aMETUJI U3BECTHBI aMepUKaHCKHii GoTaHuK BepH
IpanT (1984: 197):

«<...>. Hecko/IbKO NOKOJIE€HMI 60TAaHMKOB CUUTAJIM, YTO TH-
OpUIM3AIlKsI UTPAET BAXKHYIO POJIb B 9BOJIOIMH PacTeHUH <...>. A

HECKOJIBKO IIOKOJIEHUIT 300JI0T0OB HPHUIUIM K BBIBO/Y, YTO rHOpH-
AU3AIUsT He UTPAeT BaXKHON POJIH B 9BOJIIOIUH KUBOTHBIX <...>».

B Hacrosiiee BpeMst OT IOCJIETHETO MHEHUST MOK-
HO OTKa3aThCsI ¥ MEKBUIOBYIO THOPH/IM3AITHIO CPEIN
JKMBOTHBIX PAaCCMaTPHBATh KaK JOBOJBHO OOBIYHOE
SIBJIEHUE, XOTST CYIIECTBEHHBIE PA3JIMYKs B €€ 4acTo-
Te MEK/y HUMU ¥ PACTEHUSIMU COXPaHsioTcs. Tax, BO
dnope Coenunénnoro Koposescrsa rubpuausaus
u3BecTHa ¥ 25% BUIOB COCYAVCTHIX PACTEHUH, Cpe-
1M eBPOIefcKuX 6ab0YeK TaKWe BUIBI COCTABJSIOT
Gonee 12%, a y eBpomeiickuxX MJeKomuTarmux 6%
(Mallet 2005: 3, Table 1). B orinune or HazeMHOR
OMOTBI, MapaJoKCcaIbHasA CUTyaIus OblIa 0OHaApyKe-
Ha B MOPSIX. 3/IeCh CIyd4ad TUOPUAUSAIUYU B TPYIIIE
pacTeHui U BOJIOPOCIEH 3aPErCTPUPOBAHBI 3HAYH-
TesibHO pexe (6 mpotuB 94%), YeM cpenu KIUBOTHBIX
(Gardner 1997: 41, Table 1).

TakCOHOMUYECKHUE TPYIIBI JKUBOTHBIX, KK U Cpe-
IV PAaCTEHUH, BECHMa PA3JIMUYAIOTCSI TT0 BCTPEYAEMOCTH
MexXBUIoBON ruGpuausanuu. Cpeau MO3BOHOYHBIX
HanboJiee CKJIOHHBI K Hel mtulibl. O6IIee YuCIo TH-
OPUANBUPYIONINX BUIOB B 9TOM KJIACCE OIIEHUBAETCS
mpumepto ot 10 g0 19% mwuposoii daynsr (IlanoB
1989: 20; Grant and Grant 1992: 194; Aliabadian and
Nijman 2007: 60).2 XoTst ZOCTOBEpHAST CTATUCTUKA
HaM He W3BECTHA, HO CY/ISI TI0 JINTEPATYPE, MEKBHIO-
Bast rubpuausanus y ampuouii** u peib SBHO HUKE,
YeM y TITHII, HO BBIIIIE, YeM Y PENTUIAN U MJIEKOIH-

JL.S1. Bopkun u C.H. JIutBunuyk

tafonux. Cpeair MOCTIEAHVX OHA Yalle Y TPBI3YHOB,
HO BCTPEYaeTCs TaKKe B TAKUX Pa3HBIX IPYIINAX KaK
cymuareie (Neaves et al. 2010), HacekoMOsmHBIE,
mpumatsl (Evans et al. 2001; Shurtliff 2011: 3) u
kuthl (Gardner 1997: 41). IIpecHOBOAHBIE PHIOBI 110
YacToTe TMOPUAN3ANUY 3AMETHO MPEBOCXOASAT MOP-
ckux (Hubbs 1955: 17). ITo HammMm DaHHBIM, CPEOH
amubuii IlameapKTHKM MeXBUAOBas TIMOpHUAU3a-
1Us1 BbIsiBIEHA B 9 m3 51 TaKcoHA POJOBOTO YPOBHS
(BKJIOUAsT OZIPOJIbI U BUAOBBIE TPYIITIBL); 24% BUIOB
napanarpuydsl (bopkun u JlutBuruyk 2012: 44). B
dayne 6pBiero CCCP ona o6HapysKeHa JWIb B 4 U3
10 POMOBBIX TPYIIII, XOTSI TAPATIATPHSI CYIIECTBYET B
6 u3 HuUX.

PamxupoBanue TO3BOHOYHBIX IO BCTpeEYae-
MOCTHM MEKBUAOBOM THUODUAM3AIMK B IEJOM He
COBIAZIA€T CO CPETHUM YPOBHEM JMBEPTEHIUH
MeXIy Bumamu (B Ipefiesiax OHOTO PO/ia) B 3THX
KJIaccax, OIeHUBAEMBIM TI0 a/LJIO3UMaM C ITOMOIIBIO
TaK Ha3bIBAEMOTO TeHETHYEeCKOro paccrosuus, D
(bopkun u JlutBunuyk 2010: 241). Haumensiuue
MEKBUIOBbIE DA3JMUYMSI XapaKTePHBI [T IITHIL
(D = 0.10), mpuMepHO B TPU pa3a OHM CUJbHEE y
MJIEKOTIUTAIONIUX U PHIO, B ISTh pa3 y PENTUIUNA U
6osiee yeM B 10 pas y ambubuii. TeM He MeHee IITH-
I[BI, ZIAIOIIe HauOOMBIIYIO YaCTOTY THOPUAM3AIINY,
OZIHOBPEMEHHO JIEMOHCTPUPYIOT M CaMyl0 HU3KYIO
TeHETUYECKYIO JUBEPTEHIINI0 MEKAY BUAaMH (CM.
takxe [Tanos 1989: 38).

B k71acce HaceKoMBIX TuGpUAM3aIMst HanboJee Xo-
potio uzBectHa y npssMokpbuibix (Hewitt 1990: 1705;
Bridle et al. 2001: 1833), manounukos (Bullini and
Nascetti 1990: 1748; Mantovani and Scali 1992) u 6a-
6ouek (Porter 1989; Sperling 1990: 1790; Sperling and
Harrison 1994: 409; Jiggins et al. 1996, 1997; Porter
et al. 1997; Gompert et al. 2008: 5241). Hexoropbie
M3 HUX TIPEACTABJISIIOT COOOM JeTaJbHO M3y4EHHBIE
npuMepsl, momasimve B 063opsl (Hewitt 1990, Table 1;
Mallet 2005, Table 1).2 MexBumoBast THOpUIU3ALIUS
10BoJIbHO o6bruHa y MypaBbéB (Feldhaar et al. 2008:

2 JTrobonbrTHO, uto J. Maiip (1968: 113, 1974: 85), cam u3BeCTHBII OPHUTOJIOT, OTHOCHI IITHI] K JKUBOTHBIM C HU3KOM Ya-

CTOTOI THOPUIMBAIIIHL.

2420 aBrycra 1991 r. B Benrpuu B pamkax 6-ro chesna EBpomeiickoro reprieToornaeckoro o6IecTsa mporén pabounii ce-
MUHAD «DKOJOIMYECKHE aCIeKThl Tubpuausanuu ambubuii>. 3 susapsa 1994 r. B Anenange, ABcrpanus B paMkax Broporo
BCEMUPHOTO KOHTPECCA TI0 TEPIIETOTIOTUH COCTOSICS CUMIIO3UyM «[MOPUAM3AIUA U CUCTEMATHKA B T€PIIETONOTHN> (CM.:

Israel Journal of Zoology, 1996, vol. 42, n. 2, p. 91-202).

%6 utonst 1988 r. B Baukysepe, Kanana mpomésn crenuanbHbiii CUMIIO3UyM «DBOJIOIUOHHOE 3HAYCHUE THOPUAN3AUY U
MHTpOrpeccuu y HacekoMbix» (cM.: Canadian Journal of Zoology, 1990, vol. 68, n. 8, p. 1697-1805).
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2892, Table 1), Bcrpeuaercss B orpsimax Coleoptera
(Mossakowski et al. 1990: 1783), Homoptera u
Hemiptera (O’Rourke 1980: 1110; Spence 1990: 1770
u 1779: Klingenberg et al. 2000: 756), a Takxe Diptera
(Gooding 1990). B 06mupHOM ¥ XOPOIIO HU3y4EH-
HoM poze Drosophila niprpontbie THOPHUIBI HAWIEHDI
JIVITG MEKAY 9 mapamMu BHIIOB, XOTsI JJaGOPaTOPHBIE
ckperuBanys oxBatuin 191 Bun B 266 kombGuHamu-
six (Kaneshiro 1990: 1800; Lopart et al. 2005: 2602).
B mesoM ypoBeHb TMOPHUAWBAIMK CPEAU APO3O(DII
orermBaetcs B 1% (Mallet 2005, Table 1). BoisiBnenst
NECATKY KJIOHABHBIX BHIOB HACEKOMBIX TUOPUIHOTO
mpoucxoxaenus (Bullini and Nascetti 1990).

Tubpuamsaius oGHAPYKEHA CPEAU Pa3IMIHBIX
Mapa3uTUYECKNX YepBel, BKIOYAS TPEMATOJ, Iie-
CTOJI, MOHOTEHEH, HEMATOJI, & TAaKXKe y TapasuTHyde-
ckux mpocreiimmx (Chilton et al. 1997; Huyse et
al. 2009; Detwiler and Criscione 2010). ¥ mpecHo-
BOJIHBIX 0ECIO3BOHOYHBIX OHa OOBIYHA Y AadHWUIA,
HO pezKa B pogax Bosmina, Simocephalus, Pleuroxus
¥ HEMW3BECTHA B Psifie TPYIIN BETBUCTOYCHIX PAYKOB
Cladocera (Hebert 1985: 216; Schwenk and Spaak
1995: 468 u 476; Taylor et al. 2005: 526; Petrusek
et al. 2008: 2931), mo-BUAMMOMY, HEpeIKa y PAKOB
(Perry et al. 2001a: 1664), HaiieHa y JIETOYHBIX
mosiockoB (Mesxokepun u ap. 2010: 145). Cpenu
MHOTOYMCJIEHHBIX M Pa3HOOOPA3HBIX MOPCKUX 6ec-
MTO3BOHOYHBIX JKMBOTHBIX 3aPETMCTPHPOBAH JIIIb
51 cmyyait rubpuausaiu Mexay Bugamu (Gardner
1997: 39, Table 1; Foltz 1997). Onnako 98% u3 Hux
majiaeT Ha UTJIOKOXKUX (MOPCKHE €XKU U MOPCKHUE
3BE3/IbI), IBYCTBOPYATHIX M OPIOXOHOTMX MOJLTIO-
CKOB, a TaKXe pakooOpasHbix u3 oTpsinoB Decapoda
u Isopoda. Tubpuausanuss v rUOpUAHBIE BUABI 00-
HapysKeHbI cpenu kopajuioB (Gardner 1997: 53—54;
Diekman et al. 2001: 230; Vollmer and Palumbi 2002;
Mcfadden and Hutchinson 2004: 1495; Willis et
al. 2006). [l oueHb MHOTMX KPYIIHBIX TPy Oec-
MO3BOHOYHBIX CJIy4al MEKBHUIOBOW IMOPUAM3AIIMN
moka HewsBecTHBI. CIefyer, OMHAKO, YYUTHIBATH,
4TO pa3paboTaHHOCTh WX CUCTEMATHKK Ha BUIOBOM
YPOBHE 3HAYUTENHHO YCTYMAET MO3BOHOYHBIM WJIH
HEKOTOPBIM TPYIINaM HACEKOMBIX, a U3y4YEHUE TIPO-
1[eCCOB BUI000PA30BaHMs C TOMOIIBI0 COBPEMEHHBIX
METO/I0B Y GOJIBIIMHCTBA TPYNI OeClO3BOHOYHBIX
MOKa TOJbKO HAYMHAETCS, HA YTO YKa3blBAJ €Ié
3. Maiip (1968: 112).

IMonarator (Hubbs 1955: 18; Maiip 1968: 105 u
113, 1974: 91), uto 6GoJiee yacTast THOPUAUSAIMS MO-
JKeT OBITh CBSI3aHA C HAPY/KHBIM OILIOAOTBOPEHUEM,
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Kak 970 Habmogaercs y pei0 u ampuobmit. OgHaKo
9TO BDPSI JIM SIBJISIETCSI €IUHCTBEHHBIM (DAKTOPOM,
yro BUAHO y ampubmit (Maiip 1968: 113, 1974:
91). ¥ MOpPCKUX CHISYNX OPTAaHU3MOB C HAPYKHBIM
OILTOZIOTBOPEHVEM, y OOJIBITMHCTBA M3 KOTOPBIX HET
CIIENUATBHOTO OPAYHOTO MOBEEHUS, THOPUAN3AIINT
IOJIKEH CIOCOOCTBOBATH IMMPOKUH TaCCUBHBINA pas-
HOC ramet. TeM He MeHee OHA HepelKa U CPEIH Jie-
CATUHOTHX PAaKOB CO CJOKHBIM GPAuyHBIM PUTYaTOM
(Gardner 1997: 33 u 40).

JlelicTBUTENBHO, CIIOCOOHOCTh BUAOB K TIMOpH-
IU3aIU MOXET 3aMETHO PAa3JNYaThbCsl JaKe y OT-
HOCHUTENIBHO OJU3KUX TAKCOHOMHYECKUX TPYIIIL
Taxk, skabbl, MHOT/Ia U3 PAasHBIX BUIAOBBIX TPyl Bufo
(TI0PO/IOB WJIHM POJIOB), MOTYT JIETKO CKPEIIUBATHCS
B 1aGopaTOpuy U MpUpOe. Bubl Tak Ha3bIBAEMBIX
3eNEHBIX JsAryinek (rpyimna Rana esculenta), Bbiens-
eMBIX ceifuac B pox Pelophylax, nerko ckpenmsaoTcs
B 9KCIIEDUMEHTE, PexKe B mpupojie (ONUCAHBI JaxKe
BUBI TMOPUIHOTO TporcxoxaeHus). OqHako y He
MeHee MHOTOYMCJIEHHBIX OyphIX JIATyinek (Tpymmna
Rana temporaria) nipuponHbie THOPUIbI He BHIABJIE-
HBI, 2 TabOpaTOPHBIE, KaK MPABUIIO, HEXKU3HECTIOCOO-
ubl (Bopkua 1999: 14).

B kmacce mTuil rTubpuansanus He 3apETUCTPUPO-
BaHa ISl psiia OONIMPHBIX CEMENCTB, OHAKO, BO3-
MOXKHO, 3TO CBSI3aHO C HETIOJHOTOM HAIIMX 3HAHUIA.
Hanpumep, Bumbl OTKPBITHIX JaHAIIapToOB OGosee
MOCTYIIHBI [IeTATbHOMY HU3ydeHuio, yeM JjecHbre. C
IPYTON CTOPOHBI, BBIICHUJIOCH, YTO CEMEHCTBA C
MOHOTAaMHBIMU BU/IAMH MOTYT OIIEPEKATH TI0 YaCTOTE
rUOPUAN3AIMY CEMENCTBA TTHI[ C <«Hepa3Obopum-
BBIM» ITOJIOBBIM TIOBeieHreM (TIPOMUCKYUTET), XOTS
panee cuuranock Haobopor (IlanoB 1989: 24-25;
Aliabadian and Nijman 2007: 60).

O6paiaT BHUMaHKE TaKXkKe HA TO, YTO MEKBH-
NOBasi TUOPUAM3AIMS Yallle BCTPEYAETCS TaM, TIe
9KOJIOTUYECKUE YCJIOBUS IIO/BEPTaiOTCS 3aMETHBIM
U3MEHEHUsIM, HAIPHUMED, B CEBEPHBIX PETMOHAX C
Pe3KUMHM KoJlebaHUSMHU KJIMMata U Tpancdopmarveit
nanamadTOB B UETBEPTUYHOM IEPHOJE, IO CPaB-
HeHuio ¢ 6Gosee ycroiumsbiMu Tpomukamu (Hubbs
1961: 10; Maiip 1968: 115; ITarnos 1989: 21). C sTum
COTJIACYETCS] U MEHbINAs BCTPEYAEMOCTh THOpUIN3a-
I[MM B MODSX, T/Ie 9KOJIOTHYECKUE YCIOBUs O0JIee cTa-
6usbhbl (Hubbs 1955: 18; Gardner 1997: 3). Onnaxo,
C IPYTOI CTOPOHBI, CJEYET YIUTHIBATH HECPABHEHHO
JIYYIyI0 M3YYEHHOCTb >KUBOTHBIX BO BHETPOIIMYE-
ckoit yactu CeBeproro nonymmapust (CepebpoBckuit
1935: 53; ITanos 1989: 22) u Ha cyie.



94

Karteropuu ruépuausanuu

B 1942 1.26 5. Maiip (1947: 394) mpeasioxui pas-
JIMYATh BE KATETOPUY TUOPUIUIAIUY: CUMNAMPUYE-
ckyro u annonampuueckyro.”” K mepBoii o oTHEC Bce
cirydau rubpuausanyy, 00yCIOBIEHHbIE Pa3pyIIeHHU-
€M MEXaHU3MOB, IPENSTCTBYIOIUX HEOTPAHUYEHHO-
My CIIApUBAHUIO MEXIY BUAaMU. Tak, [Ba XOPOIIUX
BHUJIa, COCYIIECTBYIONINE HA OOIIUPHBIX YACTSIX CBOUX
apeasioB M OOBIYHO HE CKPENIUBAIOIIUECS, MOTYT
NaBaTh CIyYaWHBIX THOPWUIOB. AJLTOMATPUYECKAS
rubpuausaiyst 00yCIOBJIEHA Pa3pylIeHUEM MeXa-
HU3MOB, TIPENATCTBYIOIUX CBOOOTHOMY PACCENEHUIO
BUIOB. B mepByo oyepens 5Ta KaTeropust BKIOYAET
cxortenus rubpunos (hybrid swarms), Bosuukaro-
e U3-3a IPeX/IeBPEMEHHOTO Pa3pyIlIeHNsT KaKou-
mi6o reorpaduyecKoil Tperpaibl B IOTPAHUYHOM
30He, IZle BCTPEYAIOTCS apeaibl AByX He BIIOJTHE
pasmenénusix BumoB. [losamee, B 1965 r. 3. Maiip
(1968: 297) omy6aMKOBaI He MEHEe PaCILIBIBUATYIO
opmymupoBKy:

«CkpelyBanie Mexay ABYMs IPEXKJe H30JMPOBaH-
HBIMH IIOITYJIAIIUSIMA B 30HE€ KOHTAKTa 6I)IJIO Ha3BaHO aJllo-
nampuueckou subpudusayueti (Maiip, 1942). dtor Tepmun
00aiaeT TeMU ke HEeJIOCTATKaMH, 4TO U Jo6oe Apyroe
MPIJIOKEHNE TEPMUHA <«THOPHAN3AIS> K CKPEIIUBAHUIO
MEXAYy MHAUBUAYYMaMU OJHOTO U TOI'O XK€ BH/Ia, CKOJIb 6}:1
OHHU HE 6BIJ[I/I HECXO/HbIMU (I)GHOTI/IHI/F{GCKI/I. B Tex ClIy4dasiax,
KOT/Z]a CKDPEIMBAIONIMECS TIONMYIANNA elle He JOCTHIIN
YPOBHSI BH/Ia, MHOT/IA HalesKHee MCIIOIb30BaTh OoyIee Heil-
TPAJIbHBLI TEPMUH 6MOpuuHas unmepepadayus> (Kypcus
OpUTHHAJIA; TTOTy>KUpHBbI mpudT Hamt — JLb. u CJL).
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B xauecTBe XOpOUIO W3y4YeHHOTO IIpUMepa aj-
JIOTIATPHYECKON TMOPUAM3AIIMKM OH TIPUBEN CIIydaid
c cepoit (Corous corone) u uépuout (Corous cornix)
BopoHamu (cMm. takke Maiip 1974: 245). Omnako
caM TEPMHH SIBHO Hey[ayeH, TaK KakK HecéT B cebe
JIoTH4YecKoe IpoTuBopeyne. {Jist CKpeIuBaHUs BUBI
NIOJKHBL BCTPEYATHCSI BMECTE HA OIHOM TEPPUTOPUH,
B OJTHOM ¥ TOM K€ MECTOOOUTAHUN?® U B OJTHO U TO K€
BpeMsI, YTO He TpeznoJiaraer ajsonarpus. [loatomy
BBIZIEJIEHUE QJITONMATPUYECKOW THOPUAM3AIMU  He
MIMeeT CMbICJIA KaK ITPOTHBOPEYAIlee TEPMUHY AJLIO-
narpus (Bigelow 1965: 455; Key 1982: 430; Kpiokos
2000: 13).% 3amerum, uto cam J. Maiip (1971: 223)
pa3nuyan 5 TUIOB <«AJJIONATPUIHOCTH>, YETHIPE U3
KOTOPBIX TPU3HAIOT KOHTAKT TOMIYJISAIUN U CKOpee
OTHOCSATCS K mapamnaTpuu.®

PaccmatpuBast ruGpUAN3AIMIO KaK HOILYJISIIHOH-
Hoe siBieHue, J. Maiip (1968: 103) Beigenut math eé
tunos (cM. Takke Gardner 1997: 5).

1) CuyyaiiHoe CKpenIMBaHUE CUMIATPUIECKUX
BU/IOB C TIOSIBJIEHUEM CTEPUJIBHBIX WM HEKU3HECTIO-
COOHBIX THOPHUIOB.

2) CoyyaiiHoe MM 4acToe IOsIBJIeHNe ILJIO0BU-
THIX TUOPUIOB MEXKIY CUMIIATPUYECKUMU BUIAMHU,
CIIOCOGHBIMU K BO3BPATHOMY CKPEIMBAHUIO.

3) O6pasoBanue BTOPUYHOM 30HBI KOHTAKTOB M
YACTUYHOTO TIEPEKPBIBAHUS Y ABYX IIE€PBOHAYATIBHO
U30JIMPOBAHHBIX TOIYJISANNI C HETIOJTHOU PerpoIyK-
TUBHOU U30JIAIMEH.

4) Ckomnenus TMOpUIOB, BO3HUKAIONIME B pe-
3yJIBTaTe IOJTHOTO JIOKAJBHOTO HAPYIIEHUS PEIpO-

%B kuurax J. Maiipa amepukaHckoe usnanue «Systematics and the origin of species» (New York, Columbia University
Press) nartupyercs 1942 r., Ho B pycckom uspanuu aTort kKauru (Maiip 1947: 2) ykazan 1944 1.

29nrap Anzepco (Anderson 1953: 293) nmapasuiesibHO MCIOIb30BAI IIOHATUS CUMNAMPUUECKOL U ALIONAMPUUECKOL NH-
TPOTPECCHIL

217151 06003HAYEHMST BCTPEUYAEMOCTH (MJIM HET) PA3HBIX BUIOB B OJIHOM U TOM MecTooOuTaHuu Obiin npemoxenst (Rivas
1964: 42) Tepmunbl cunmonuunwvii (Syntopic) u amromonuunswii (allotopic).

K MCTUHHOM aJIOIIATPUYECKON THOPUAU3AINI MOKHO OTHOCUTD CJTy4au, BOSHUKAIOIIVE B PE3YJIBTATE €CTECTBEHHON UIIN
HCKYCCTBEHHON MHBa3WM BU/A B Yy’KOU reorpaduuecky sIBHO yAAJIEHHBIH apeas (HalpuMep, 3a/I€Thl ITUI] uin 6abodex;
pasyMYHbIe UHTPOAYKINH — cM. €. 89 u 127).

N Tepmun napanampus (parapatry) ObLI TIPEIOKEH aMEPUKAHCKUM 300JI0TOM-TeprieTosoroM Xob6aprom Cmutom B 1955 T.
(cm. Smith 1965: 57) kax 0co0bIii cayyait aIonaTpuu. 3aTeM mapanaTpyuio CTAIM TPAKTOBATH KAk 0COOBIH ciydail cuma-
tpuu (Key 1968: 22; Woodruff 1973: 215), nocko/bKy HaJuure KOHTaKTa ysKe TPEAIoaraeT XoTs 66l HeGObIIoe mepe-
KpBIBaHUe B pocTpaHcTBe. Pasmnyator tpu kareropuu napanarpuu (Key 1982: 432; Haffer 1986: 170). I[Ipu axonozuueckoii
mapanatpun (ecological parapatry) compukacaonuecs: TpaHUIlbI BUAOB CBSA3aHBI C PE3KUMU Pa3IMYUSAMU B MECTOOOUTA-
HUSIX, UTO MOXKET YCUIMBATHCS KOHKYPeHIei Mexny Bunamu. [ubpuousayuonnas napanarpus (hybridization parapatry)
o0ycJoBIeHa TeM, 9To GoJiee U MeHee CBOOOIHO CrapuBaroiyecs: GopMbl He TatoT hepTUIbHBIX THOPUAOB UiH XKe dep-
THJIBHOCTD Y HUX TOHWXeHa. Kouxypenmmuas mapanatpus (competition parapatry) obpasyercs 3a cY4ET KOHKYPEHTHOTO
HCKJIIOYEHNS BUIO0B B OJHOPOLHOM 30He M3-3a X OIM3KHUX sKomornyeckux rpebosanmii (Haffer 1986: 171).
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NYKTUBHON H3O0JISIUU MEXAY CUMIIATPUIECKUMU
BUAMIL.

5) «BosHuUKHOBeHWE B pe3yibrate TUOPUAN3A-
IUU U TOCTEAYIONET0 YABOEHUSI YUCJIA XPOMOCOM
(JLIOTIONIUTITION NS, PACTIPOCTPAHEHHAST TJIABHBIM
06pa3oM y pacTeHuii) HOBOTO BUAOBOTO €NHCTBA>.

Awmepukanckuii opautosior Jlecrep Ilopr (Short
19692a) BBIZEIN IIECTh KATETOPUH TMOPUAN3AIMML.
10 —

1) pedxasn eubpudusauyus (infrequent and rare
hybridization);

2) 30l nepexpvisanus u ubpuousayuu (zones
of overlap and hybridization), B KoTopbIX poauTeB-
CKFH€ BUJIBI COCYIIECTBYIOT ¢ TuOpumamu;>!

3) eubpuonvie 30Hbl, THE BCTPEYAIOTCSI TOJHKO
ruGpUIbL,

4) eubpuonvie cxonaenus (hybrid swarms);

5) KoMbuHAayUY TIPENBIAYIINX U

6) xonvyesoe (circular) nepexpoisarnue.

ITa cxeMa B HECKOJIBKO M3MEHEHHOM Bujie GBI
TMpUHSTa oTevecTBeHHbIMU opHuTosoramu (Ilamos
1986: 227; KpiokoB 1990: 28), xoTs1 1 moaBepriach
kputuke (Ilanos 1989: 17).

Bckope B COOTBETCTBUU C TMPOCTPAHCTBEHHBIMU
B3aMMOOTHOIIEHUSIMA BUIOB ObLIO BBIIETIEHO TPU
tuna rubpuausaiuu B npupoae (Woodruff 1973:
215, Table 2). Ilpu anronampuueckoii Tnbpuansa-
[[UHM, KOTOPasi COOTBETCTBYET TMOPHIHON 30HE JI.
[Mlopra, BumbI paseseHsbl 30HOM, 3aCETIEHHON TOIBKO
rubpunamu (Puc. 2). B cayuae napanampuueckoii
rUOPUAM3AIMA  TPAHUIIBl APEAsOB  POAUTETBCKUX
BUJIOB HAXOJSTCS B KOHTAKTE, a 0COO0M 30HBI, HACE-
NE€HHOH TobKo Tubpumamy, Het (Puc. 2). Hakower,
cumnampueckas TAOPUIM3AIMS O3HAYAET IHPOKOE
HepeKpBIBaHKeE apeasioB. B cBOIO oueperp, OHa MOJKET
OBITH paszesieHa Ha Tpu BapuanTa (Puc. 3): nepuge-
puueckass — TMOPUAN3AIKSI TPOUCXOAUT Ha niepude-
pHUM apeajia OJIHOTO U3 BUJOB; WUPOKAS — TIO BCEH
30HE MEPEKPBIBAHUS apeajioB (COOTBETCTBYET 30HE
nepekpbiBanust U rubpuausarmu 1lopra), u noxanu-
308anHAs. — CKPENUBAHUE UIET JIUIITH HA OT/ETbHBIX,
W30 TMPOBAHHBIX YYACTKAX 30HBI CUMITATPUH.
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AJVIOIIATPUYECKASA

ITAPATIATPUYECKASA

Puc. 2. Aitonarpudeckas ¥ lapanaTpudeckast ruOpuausanuu (1o:
Woodruff 1973: 215, ¢ usmenenusiMu). A u b — apeaibl IBYX TaK-
COHOB; CepbiM 1IBETOM 0003HAYEHA 30HA BCTPEYAEMOCTH rHOPU/IOB.

Fig. 2. Allopatric and parapatric hybridization (Woodruff 1973:
215, with modifications): A and b are the geographic ranges of two
taxa; the zone of hybrid occurrence is shaded.

Ha mpaxTuke pa3nenenue auio- U mapanarpmye-
CKOM TUOPUAN3AINY UMEET OTPENETEHHBIE CIIOKHO-
cru. Tak, He BCer/a siCHO, T7ie KOHYAeTCsi COOCTBEHHO
ruGpUAN3aIMs U HAYMHAETCS MHTPOTPECCHSI TEHOB B
HOIYJISIIIAK POAUTENBCKUX BUIOB: CAUTATD JI THOPH-
JIaMH TOJIBKO 0CO0Eil EPBOro ¥ BTOPOTO IMOKOJIEHHI
(F,, F,u B)). IIpuBeném Xopomuio usy4eHHbI} crydai
rUOPUAM3AIMK B TPyIIe TpeGeHYaThIX TPUTOHOB
(JTutBunuyk u Bopkun 2009: 157), Bumbl KOTOPHIX,
HepenKo oObenuHsieMble B HaaBuI (Superspecies)
Triturus cristatus, B Pa3iIM4HBIX NONAPHBIX KOMOM-
HAMUAX 06Pas3yloT MapanaTpUYecKue KOHTAKTHBIE
3oubl (Arntzen 1995: 29, Fig. 4). B 3akapmarckoit
obmactu Yrpaunsr nyHaiickuii (Triturus dobrogicus)
u coberBenHo rpebenvarsiit (Triturus cristatus) Tpu-

31B 30He MepeKPHIBAHUS U THOPUAU3AIMY COBMECTHASI I0JIsI POAUTENEN IOKHA COCTABIISATH He MeHee 5%, & B THOPUIHON —
Mmenee 5% (Short 1969a: 89 u 92). ScHo, 4TO 3TO — BeChMa YCJIOBHbIM KPUTEPHIiL, U MEKLY OOEMMHU KATETOPUSIMHU MOTYT
cyliecTBoBaTh mepexompl. Iloatomy apyrue aropsl (Moore 1977: 263) oTHec/u ux K eqvHON ruOpUIHON Kateropuu. Tem
He MEeHee JaHHbI TepMUH ucnosb3yercs B psige pabor (Haffer 1986: 178; Howard 1986: 34; ITarnos 1989: 19; Howard and
Waring 1991: 1120; Bautos u Kpiokos 1992: 1085; Ydsipkuta u ap. 1995: 883), B ToM unciie Kak «30Ha CUMIIATPUH U TH-
6punusarmu» (Johnson and Johnson 1985: 2 u 5; Kprokos u Banros 1989: 128; Kprokos 1990: 28; Biusos u ap. 1992: 97)
WJIM KaK «30Ha THOpuau3aiuu u nepekpoiBanus» (Harrison and Arnold 1982: 549; Ross and Harrison 2002: 2305).
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CUMITATPUYECKASI (1)

CUMIATPUYECKAS (3)

Puc. 3. Tpu BapuaHta cHMIATPUYECKOil rubpupusanyu (110:
Woodruff 1973: 215, ¢ usmenenusimu). 1 — nepudepuyeckas, 2 —
JIOKAJIM30BaHHAs 1 3 — IIMPOKAsL; Cepbim IIBETOM 0003HAYEHA 30HA
BCTPEYaEMOCTH THOPHIOB.

Fig. 3. Three types of sympatric hybridization (Woodruff 1973:
215, with modifications): 7 — at range periphery, 2 — localized, and
3 — widespread; the zone of hybrid occurrence is shaded.

TOHBI IIPOCTPAHCTBEHHO 000COOJEHBI TEPPUTOPUEH
MIMPUHON He MeHee 3—5 KM, YTO MOKHO pacCMaTpH-
BaTh (pOPMATIPHO KaK IPU3HAKY «AJLTIOIATPHYECKOI>
30HBI, I7le TUOPUABI TaKkKe He 0OHapy KeHbl. OIHAKO
ruOpUIBI F2 u B1 OBLIY BBISIBJIEHBI B COCEIHUX K 3TOH
<«HUYENHO» TOJIOCE TMOMYJSINAX, YTO MO3BOJISIET
CYUTATh TUOPUAHYIO 30HY «IIapalnaTpUYeCcKoii». ITo
MIOATBEPKIAETCS HAXOAKOM eIUHCTBEHHON 0CO0u F1
BMecTe ¢ TpebeHyaTsiM TpuToHOM (MOop0o30B-JleoHOB
u np. 2003: 89). Bosee Toro, Ha 3amaze Pymbraum
OBbLIIO OOHAPYKEHO CUHTONMUYHOE obutanve Triturus
dobrogicus n Triturus cristatus (Wallis and Arntzen
1989: 101, Table 1, Fig. 2, myuxter 33 u 34), uto moz-
TBEPIKAAeT MapanaTpUIHbIA XapaKTep UX THOpUN3a-
mun. BoaMoxkHO, 1006HAas CMeIIaHHas MOILY IS

JL.S1. Bopkun u C.H. JIutBunuyk

CyIIleCTBOBAJIa PaHee B 3aKapHaTcKoM ceie MuHai.
OnHako mOmOOHBIE HAXOAKUA B KOMILIEKCe Iriturus
cristatus BCE e CKOpee SBISIOTCSI MCKITIOUEHUEM,
yem npaBusioM (JIutBuruyk u Bopkuu 2009: 175).

Hamu (Bopkun u [lapesckuii 1980) ObL10 mpe-
JIO’KEHO Pa3INyaTh TPU parza TtiOpuIoB. Bo-mepBhix,
9TO — eOunuunble 2UubpuoHble 0cobU KaK Pe3yJbTaT
caydaiinoil rubpuausaru. Bo-BTOpPBIX, 9TO — 2u-
6pudnvle NONYAAYUU ULU 30HbL KAK PE3YTBTAT MaCcCo-
BOTO B3aMMOJENCTBUS MEXIY KOHTAKTUPYIOUINMU
Bumamu. K TpeTbeil kareropuu OBLIH OTHECEHBI
2ubpudozennwie 6uobL, T.€. CTAOMIN3NPOBAHHBIE COBO-
KYITHOCTH TIOITYJISITIWH Y/WJIH KJIOHOB, BOJIIOUPYIITE
HE3aBHUCUMO OT JIPYTUX BUIOB U UMEIOIUE TAKCOHO-
MUYECKHUH CTaTyc.

E.H. Tanos (1989: 10) Beizessit snusoduueckyro
(cy4aiinyo), pesynsipHyio OTPAaHUYEHHYIO, a TAKXKe
Mmaccosyro (AHTPOTPECCUBHYIO) THOPUAN3AIINIO, Pac-
CMOTpPEB WX B KOHTEKCTE PACIOJIOXKEHUs apeajioB
(Puc. 4). O Tak:Xe OTMETHJ, YTO MEXIY STUMHU
KaTerOpUsIMU HET PE3KOI IPaHuUIlbl (TaM Xe, c. 36).

Ipyrast xnaccudurarus (Allendorf et al. 2001:
616) BKJIIOYAET IIECTh TUIIOB MEXBHAOBOW TMOpH-
IV3AIUY, CPeAU KOTOPBIX IIepBbIe TPU CUUTAIOTCS
€CTECTBEHHBIMW, a BO3HUKHOBEHHE OCTAJIBHBIX
CBSI3BIBAETCS C JESATETBHOCTHIO UeJIOBEKA, XOTSI OHU
BIIOJIHE MOTYT PEaM30BBIBaThCS U B mpupoze. Ilep-
BBII TUII — 9TO MAKCOH ZUOPUOHOZ0 NPOUCXONCOCHUSL.
Bropoii Tun cocraBnsieT urmpozpeccust, BO3HUKIIAS
B pe3yJbTaTe CAyYalHON TMOPUAM3AINU MEKIY
CUMITATPUYECKUMU BUAMU, BeAyIIell K <IIPOCAYM-
BaHUIO» HEHUTPATBbHBIX W B3aMMHO BBITOIHBIX I'€HOB.
Iox TpeTbUM THUIIOM TIOHMMAETCS Y3Kas 2UOPUOHas
3ona. YeTBépTeiii TMN 06pasyer eubpudusayus 6Ges
unmpozpeccuu. B atom ciydae abopUTEHHbBIE BUIIbI
OOUTAIOT COBMECTHO, IIUPOKO CKPEIIUBAIOTCS, HO
nanee Tu6puoB mepsoro mokonenus (F) rubpumu-
3anus, Kak IpaBuio, He unét. K nsaromy u mecromy
TUIAM TIPUHAJJIEXKAT COOTBETCTBEHHO WUPOKASL UH-
mpozpeccust (THOPUIU3AIINA) U NOHOE CMEUUBAHUE,
BO3HUKAIOIITHE ITOCJIE UHTPOAYKIIUU OJTHOTO U3 BUIIOB.

Cayuaitnas rubpuausanus

K aroii kareropuu OGBIYHO OTHOCAT CIIydYau
OOHApy/KeHUsI eNUHUYHBIX WM DPEIKUX THOPUIOB
MEXIy IBYyMs cUMMaTpuiyeckuMu Bumamu. OTHAKO
SIM30INYECKOE CKPEIBAHNE MOXKET IPOUCXOAUTH
U MEXIy Tapa- WIN aJUIONAaTPUYeCKUMU BUIAMU
(ITaros 1989: 10; cm. Puc. 4). ITo muenuto 3. Maiipa
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HBHb1/TPAHCCEKTOPBE IMapaBuap1/napaceKTopPsI AnNnoBHAB/AIOCEKTOPHI
DYKTHBHAA H30-
nAmMA Bugm Bungi Buas! unn nonpuasi?
4. CnyuaitHan cuM- Crnyyaitnan ruGpHm- 5. Cayuaiinas rubpHauza- 6. Cnyuafinas annonarpu-
MATPHYECKAR T'H- 3auHA B 30HE fepe- LKA TIPH NapanaTpuH yecKas rebpuarsauns
Omu3omyecKas OpumE3anua KPBIBAHHA apeaoB
(cnyvabiiHan)}
ruGpHAHIAHA
CHHBHIB!/TPaH(CEKTOPBL Tlapapy/ibl/IIapACEKTOPBI ANNOBUBI/ANTO0CEKTOPbI
Buns! Buner vy nonysumst TMonBuns! HIH BHOBI?
1. 3oHa TIePEKPLIBAHHA ADEAIOB € rubpu- 8. Peryaaphas rubpumu- 8. PerynsapHas raGpumM-
# nEp3alEHeH 321 A NIPH NApanar- 3aLHA NPH 710~ HIH
CIyJIHPHAA puH aUloNapanaTpHu
OrpaHnyeHHaA
ruGpuan3aums
—/TpaHcce KTOPEI —/napaceKTopsI ~~/annocexTOpHI
IMonysuas! Honyeunnl TNonysuns
10. Cxorutenne ru6- 11. llnpoxas rubpuoHan 12. Y3akana rubpunHan 13'FH6DH)1HH.H TIONyALHA B
PHEOB~ 30Ha 30Ha apeasie OXHOM U3 OBYX
MaccoBan (uu- annonarpHiyecKHx HGnau3xo-
TPOTPECCHBHAA) poncTBeHHBIX hopm
rHGpUIM3aLUA
Ksasusune: UYienst GpLioro emuHOro Buja (ex-conspecies)
TlopsHasi/?? Tonsuas: —[ Meranoaguus: | IlonyBHOBI

Puc. 4. Kareropuu ru6puaysanuy 1 COOTHONIEHUS apeasioB Buaos (1o: [Tarnos 1989: 10).
Fig. 4. Categories of hybridization and relations between species’ geographical ranges (from Panov 1989: 10).

(1968: 104), ciyyaiitas rubpuaAn3aIus O9€Hb PeaKa
cpemu rrruil (1 ru6puz k 60 000 ocobeii 1o KOJLIeKIu-
sim) 1 matekorrTaonux (6 k 100 000), ona emé pexxe
CpenM PENTHINi,*? HO 3aMETHO dYallle BCTPEYaercst
y ampubuit u pei6. o apyrum manubiM (Kpiokos
1990: 25), cayuaiinas ruGpuan3aIys oTMedeHa y 3%
BugoB ritutl. [To mopcuéram E.H. ITanosa (1989: 19),
YKCJI0 TAKMX BUAOB paBHO 489 U UX ropaszo GOJIbIIIE,
4eM BHOB, JAIONIMX IMUPOKYI0 THOPUAM3ALUIO Ha
cThiKe apeasioB. Criopaguyeckas THOPUAM3ALHS IIPO-
ucxoxuT y rasaiickux aposodua (Kaneshiro 1990:
1802-1803), rie y ABYX TMap BUAOB MMOPUIBI COCTA-
suin 1.1% (6 Ha 534 ocobu) u 2% (4 / 180).

B oTiume oT TpaAUIIMOHHOTO MHEHUS, UTO CIIy-
yaliHag THOpPUAM3aLKs He UIMeeT KaKiX-1160 5BOJI0-

nuoHHbIx ociencreuii, E.H. ITanos (1989: 19, 31 u
376) momarair, 4To IPH HEKOTOPHIX 00CTOATEIBCTBAX
OHA MOJKET TIEPEPACTH B MACCOBYIO TMOPUIM3AIIHIO,
MIPUBOAAINIYI0 K (DOPMUPOBAHUIO KU3HECTIOCOOHBIX
rUOPUIHBIX IIOILY IS, HATPUMED MEXKIY cepebpu-
croii yaiikoit (Larus argentatus) u GyproMucTpoMm
(Larus hyperboreus). Bo3MOXHO, Takoil ciydait
HaOJII0IAeTCA U CPEAU YETHIPEX BUIOB PAUYKOB KOM-
wiekca Jaera albifrons, obutaromux Ha JuTOpaIu 3a-
magHoi EBpomnbl. B cMeNIaHHBIX TOMYJISIUSX TOJIS
rubpuaoB HeBenuka (He 6omee 1%), u Ha 1748 oco-
Geit punutoch aummb 11 rubpumnos. OnHaKO B TPEX
13 HECKOJIBKIX COTEH MTYHKTOB TUOPHU/IBI COCTABIISIIH
no tperu BoIObOpKM (Solignac 1982: 396). Cpenu
MODCKUX JKUBOTHBIX CJIydYaiiHasi TMOPHIM3AITHS CO-

2TTozxe (Maiip 1974: 85) 1JIs1 MIIEKOIMTAOIIMX, ITUL] U PENTUIAA «B KaueCcTBe rPyGOi OLEHKU» YacToTa ruGpUAnN3aun

ObLia onerena kak 1 ru6pua Ha 50 000 ocobeit.
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CTaBJISIET NIBE TPETH OT 3aperHCTPUPOBaHHBIX 102
dakro rubpupusaruu (Gardner 1997: 15). Ciyyaii-
Hasi TUOPUAM3AIMS MEKILY ABYMS CAMITATPUIECKUMU
BU/IAMHU KEHTYPY, BOBMOKHO, BhI3BaHa KOIEOAHUAMM
B YKMCJIEHHOCTHU BUJIOB, YTO B CBOIO OYepeb 00yCII0B-
neHo KosjeGanusamu B ocagkax (Neaves et al. 2010:
509). /laxxe HU3KMIT YPOBEHb IMOPUAN3AIIMK MOKET
NPUBECTH K CYIIECTBEHHOW WHTPOTPECCUM TEHOB
(Goodman et al. 1999: 355). IIpu oreHKe YaCTOTHI
rUOPUAN3AIIMY HEOOXOANMO TaKKe YIUTHIBATH BO3-
MOKHOCTh eé Kosebanuil. Tak, Hampumep, ecid B
1967 r. rubpuabl MeKIy Makpeasmu Scomberomorus
commerson u Scomberomorus guttatus cocTaBsiii 68
1 59% OT BBIGOPOK B IBYX 3aMBax, TO B 1968 r. srumib
0 u 5.6%, T.e. uncao rubpumoB yraao Ha 100 u 91%
(Gardner 1997: 19).

Tu6puaHbIE 30HBI

Tu6puaHbIE 30HBI, BOSHUKAIONINE IIPU BTOPUYHOM
KOHTaKTe, IPUBJIEKAIOT IIPUCTATbHOE BHUMAHWE 3BO-
JIIOIMOHUCTOB YK€ B TeUeHUE HECKOJbKHUX JECSITH-
neruii (Bigelow 1965; Maiip 1968: 300; White 1968;
Key 1968, 1982; Woodruff 1973; Moore 1977; Barton
1979, 2001; Barton and Hewitt 1981c, 1985, 1989;
Harrison 1986; I1anos 1986, 1989, Hewitt 1989, 1990,
1996, 2001, 2011; Kproxos 1990, 2000; Smith 1992;
Gardner 1997; Arnold 2006). V3y4yeHre Takux 30H
MTO3BOJISIET IOHSTH B3aUMOJEHCTBIE IMBEPTrEHTHBIX
TeHOTHUIIOB, MEXaHU3MBbI BUI000DA30BaHuUs, a TaKKe
paboty ecrectBeHHOTO 0TOOpa. He 3pst nx Ha3bIBAIOT
<IIPUPOTHBIMHU JTaG0PATOPUAMHU JJIST SBOITIOIMOHHBIX
uccaeposanuii> (Barton and Hewitt 1989: 497) uiu
«OKHaM¥ B 9BOJIIOIMOHHBIA mpotecc» (Harrison
1990). YpomeéHHo roBopsi, THOPUIHbIE 30HBI — 3TO
PaiiOHBI, I/le «T€HETHYECKU OTJIMYHBIE MO/
BCTPEYAIOTCS, CHAPUBAIOTCS M IIPOM3BOAAT THODH-
nos» (Barton and Hewitt 1985: 113, 1989: 497). Ox-
HAKO PaHee 9TH JKe aBTOPbI ONPeIesIsii THOPUIHYIO
30HY KaK <«y3KYI0 KJIUHY, HOAIEePKUBAEMYIO HEKOTO-
poii ruGpusHON HempucnocobaeHHOCThIo> (Barton
and Hewitt 1981c: 109), T.e. cBoAM/IN IOHATHE K Ba-
PHAHTY y3KOU KIMHAJIBHOM 30HBI (cM. HUKe). [Ipen-
JIATAJIOCh TaKXKe CXOIHOE IOHMMaHWe TUOPHIHBIX
30H KaK «y3KUX IOSICOB, BHYTPH KOTOPBIX MMEETCS
CUJIPHO YBeJIHYEHHAsd BapraOeJIbHOCTh IO MPUCIIO-
cobneunnoctu» (Endler 1977; uur. mo: Barton and
Hewitt 1981c: 109).

33U m «uBa takcoras (Hewitt 1990: 1704).

JL.S1. Bopkun u C.H. JIutBunuyk

Bcé ke mmpe pacrmpocTpaHeHO APYToe OIpeesie-
HUe: THOPUIHBIE 30HbI IIPEACTAB/IAIOT COO0M 00IaCTH,
r7le CKPENTMBAIOTCS TE€HETUYECKH Pa3INYaloONIrecst
IPYIIIBI OPraHU3MOB, JaBas XOTs Obl YaCTh CMeIaH-
noro nmoromcra (Harrison 1990: 72, uut. mo: Gardner
1997: 2; Arntzen and Wallis 1991: 808; Kpiokos 2000:
13), nnn 6imskoe k Hemy (Jiggins and Mallet 2000:
250). B orimume OT CAy4alHOW CHUMITATPUYECKON
ruOpUAM3aNUY, B TUOPUAHBIX 30HAX apeasibl BUIOB
Yarre BCEro COMPUKACAIOTCS WU CJIETKA 3aXOISIT IAPY-
ra 3a apyra (mapanatpuydssl). IHOTIa OTHOCUTETHHO
Hebosbinoe (II0 CPaBHEHHUIO C apeajaMy IeJIMKOM)
MePEKPhIBAHKE APEATIOB Ha3bIBAIOT CEMUCUMNAMPUEH
(manmpumep, [Tanos 1989: 10; Kpioxos 1990: 28). Us-
BECTHBI TaKXKe CIy4au CUMNAMPUUECKOL THOPUIHON
30HBI (Green 1984, 1996: 98; cm. c. 108). A.IL. KpiokoB
(1990: 28) paspabotas HauboJIEE NETATBHYIO KIACCH-
(dukanuo ruGPUAHBIX 30H U3 9 KaTeropuii, HAMETUB
ux B3aumoorHomenus (Puc. 5).

Nuorzma onHa u Ta e mapa BUIOB MOXET JaBaTh
HECKOJIBKO Teorpaduiecku 060COOMEHHBIX THOPUI-
HbIX 30H. Ecyiu, HampuMep, y ceBepoaMepUKaHCKUX
ITUL-ApeBecHul] popa Dendroica OHM TPUMEPHO
onuHakoBsl 10 mupuHe (Rohwer et al. 2001: 415), To
y eBPOTEHCKUX JKePJISTHOK pa3ianyHbl (Szymura 1993:
263; cm. ¢. 100 u 108). Tpu ruGpPUAHBIX 30HBI MEKIY
copokormytamu Lanius collurio u Lanius phoenicuroides
Takxke cBoeoOpasHbl. B oxnom IIpukaciuu nmeercs
IepeKphIBaHe WX apeajioB M CKOILUIEHHe THOPUOB,
Ha ceBepe IIpukacmusi oGHapykeHa paspesKeHHas
Oy /IS, CTAOMIN3UPOBAHHAS 110 IIPOMEKYTOY-
HOMY (DEHOTHITY, a B I[EHTPE CaMOi OOJIBIION 30HBI
Ha BocTtoke KasaxcraHa GOJIBIIMHCTBO IITHI[ IIPEJ-
CTaBJIEHO IPOMEKYTOYHBIMU (DEHOTUIIAMHE, OIS
KOTOPBIX YMEHBIIIAETCS TI0 MEPE yIAJIE€HUST OT IIEHTPa
3oubI (Kpiokos 2000: 17).

Pasmep ruOpHAHBIX 30H 3aMETHO BapbUPyeT
ot 100 M B mMIMpPUHY 0 HECKOJBKUX COTEH KHUJIOME-
tpoB B aymny (Maiip 1968: 304; Barton and Hewitt
1985: 113; Hewitt 1990, Table 1) ¢ Makcumymom y
rrrut] cBeime 2000 kv (ITanos 1989: 16). Tak, nnuHa
TUOPUIHON 30HBI MEKY ABYMS BUIaMU aBCTPAJIUIi-
CKUX KBaki poja Litoria coctaBisier okoso 100 km
mpu mupute ot 4.5 1o 11 km (Watson 1972: 432),
a y eBpONENCKUX XKepJsHOK Bombina bombina w
Bombina variegata nupoctupaercss #a 3000—4000
kM mpu mmpure B Ilosbite okono 6 kM (Szymura
and Barton 1991: 237; Szymura 1993: 271 u 275).
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Puc. 5. Tubpuausie 3oubl 1 ux pazsutue (n0: Kpiokos 1990: 28). Vicxoausie curyanuu: 7 — mapanarpusi u 2 — ceMmunarpusi. [ubpussbie

30HBL: A — mapanarpuyeckas rubpuanas 3oua, b —

CHUTYyaIUsI <PEMPOAYKTUBHOTO CAMOYHUYTOKEHNST», B — aJtonaTpudecKkast THOpUaHast

30Ha, I — 30Ha cuMnaTpuu u rubpupusanuy, / — crabunusanus rubpugHoit nomyasauuu, E — causaue ucxonubix dhopm, K — mupokast
cuMIaTpuyecKast 30Ha, 3 — nepudepudeckas CUMIaTpudecKast 30Ha, [ — JIOKaIM30BaHHAS CAMIIATPHYECKAs 30Ha (CKOILIEHHE TUOPUIIOB).

Fig. 5. Hybrid zones and their evolution (from Kryukov 1990: 28). Initial situations: 7 — parapatry, and 2 — semipatry. Hybrid zones:

A — parapatric hybrid zone, b — a case of “reproductive self-destruction”, B —

allopatric hybrid zone, I' — zone of sympatry and hybridiza-

tion, /] — stabilization of hybrid population, E — fusion of initial forms, 2K — widespread sympatric zone, 3 — peripheral sympatric zone,

U — localized sympatric zone (hybrid swarms).

TubpuaHast 30HA MEXKIY ATOHCKAMM JKYXKEJTUIAMU
mmpuno# 1 kM B mymmHy fgocruraer 10 kM (Sota and
Kubota 1998: 1507). Mexay Boponamu B EBpome
ona mpoxomut oT Ilormamaumm mo Urtamum upm
mmmpure 65—-150 km (Kpiokos 2000: 19). Oxnaxo
OGBIYHO TOBOPSIT O MIMPUHE 30HBI, KOTOPAs y TMITHIY
MoskeT 3aHUMAaTh OT 1 kM 710 1000 kM (Kprokos 1990:
29). Cpenu 19 HanboIee M3yYEeHHBIX THOPUIHBIX 30H
V Pa3JIMYHBIX JKUBOTHBIX NMIMPUHA 30HBI COCTABJISIA
ot 1 1o 150 kM, a MEXKIY «XPOMOCOMHBIMH Pacamu»
smeputbl Sceloporus grammicus B MeKcuKe Bcero
mumib 0.2 kM (Barton and Hewitt 1985, Table 1).
O6pamaer Ha cebst BHUMaHKE y30CTh 30H Y MHOTUX
amdubmit: or 730 m go 36 kM (Watson 1972: 432;
Littlejohn and Watson 1977: 848; Blackwell and Bull
1978: 22; Woodruff 1981: 175; Barton and Hewitt
1985, Table 1; Kocher and Sage 1986: 23; Good 1989:

742, Szymura 1993: 277; Alexandrino et al. 2005:
1342; JIureunuyk u Bopkun 2009: 158). Cpenu psi6
rUOPUAN3AIMS MOKET OBITh JIOKAIbHOU, OXBATHIBAS
O/THO 03€epO WJIM YaCTh PEKH, JUHEUHOU BIOJIb PEKU
WA WUpokoi B paMKax pedHoro 6accelina (Smith
1992: 44). HecmoTrpss Ha BapuaGebHOCTb, BCE Ke
[IPUHATO Pa3INyaTh y3Kue W Wupoxue TUOPUIHBIE
30HBI, XOTSI PA3JIUYUST MEXKITY HUMU YCIOBHBIL.

OlIHa 1 Ta K€ MM prHa 30HbI IJIA ITOABUXXHBIX BU-
JI0B, CTOCOGHBIX K AJbHUM TEPEMEIIEHUSIM, MOJKET
CUUTATBCS Y3KOM, a JIJIsl OCEIIJIBIX ¥ MAJIOTIO/IBUMKHBIX
JKMBOTHBIX OHa OymeT MUpOKoil. JlefcTBUTENTBHO,
CIIOCOOHOCTD K PACCEJIEHUIO Y MPHITAIONIEH CapaHydu,
JISTYIIEK WA MBIIIeN BechbMa pa3jindyHa, HO BCE XKe
SIBHO MEHBIIIE, YEM Y JIETAIOLINX JKYKOB, 6ab04eK MIu
nTull. B 11e710M nMeeTcst KOppensius MeXIy MUPH-
HOM TUOPUIHOM 30HBI U CITIOCOOHOCTHIO K PACCEIEHHUIO
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Buza (Hewitt 1990: 1711). Jta 3aBUCHMOCTD BUIHA
Ha TIpUMepe pas3JnyHbIX TpezncTtaBureneir Canidae
B CeBepHoit Amepuke. Tak, Mexy 6osiee METKAMU
Bumamu (smcunbl Vulpes macrotis u Vulpes velox) co
CPEeIHUM PacCTOSTHIEM paccesienus okoJo 11 kM 30Ha
rUOPUAN3AIIMY OXBATHIBAET HECKOIBKO COTEH KUJIO-
METPOB, TOT/Ia KaK MEXK/Y KPYITHBIMU (BOJIK U KOWOT)
HECKOJIPKO TBICSY; Y KOMOTOB CpeIHEe PACCTOSHIE
paccenenus cocrasaser 50—100 kv (Mercure et al.
1994: 1313 u 1323).

OreHKa MUPUHBI TUOPUIHOW 30HBI TAKKe 3a-
BUCUT OT WCIOJIb3YEMBIX KPUTEPUEB U TMPU3HAKOB
(Kprokos 1990: 29). ITosarator (Short 1969a: 92;
Harrison 1990: 72, uur. mo: Gardner 1997: 2), uro ru-
OpuziHast 30Ha JOJUKHA BKJIIOYATh TOJBKO TMOPUIOB,
IIPOCTPAHCTBEHHO 000CO0JIAS POAUTEIHCKIE BHUJBL.
OpmHako 30HBI MHTPOTPECCHM TE€HOB B IOIYJISIIUU
BHUJIOB MOTYT ObITh 3HAYUTEIHHO TIMPE, YEM 30HA COO-
CTBEHHO TMOPUAM3AIMU STUX BUJIOB, OIpPEAessieMast
HAJIYKEM TIEPBBIX JIBYX TIOKOJIEHU# ruGpuioB. Tak, B
ruGpUIHOI 30He MeX Iy Kepasakamu B [Tombine 90%
W3MEHEHUH 110 TUaTHOCTUYECKUM JIoKycaM (epmeH-
TBI) TIPOUCXOJWNT HA PACCTOSIHUU OKOJIO 6 KM, XOTS
«uyxue> ajeay by HalizieHsl B 38 KM OT cepenu-
ubl 30HBI (Barton and Hewitt 1989: 499). ITTupoxwuii
«XBOCT UHTpOrpeccuus (10 125 kM) GBI HaliieH U o
06e CTOPOHBI y3KO# THOPUAHOMN 30HBI 6abouek Pontia
daplidice n Pontia edusa 8 itanmuu (Porter et al. 1997:
1566). Nnentudukaiust 30H 10 BHENIHUM (HAMPU-
Mep, OKPacKa), SIIEPHbIM WU MHUTOXOHIPUATHHBIM
MapKepaM MOXeT IIDUBOAUTh K HEOAWHAKOBBIM
pesyabratam. Hanpumep, gyxepognas MtIHK mpo-
HUKaeT Ha 750 KM OT TMOPUIHON 30HBI MEK/Y JIBYMST
BU/IaMU IOMOBBIX MBIIIEH, ITIPIHA KOTOPOH TI0 siZiep-
HBIM TeHaM Gbuta ompeneneHa B 50 kM (Gyllenstein
and Wilson 1987: 27). IllupuHa TUOPUAHON 30HBI
MEKIy ABYMs MapalaTpUdecKUMHU HOABHAaMu> He-
JieTaoleii Jyrosoi capanuu Chorthippus parallelus B
[Tupenesx onenuBaetcs ot 0.6 kKM (110 SIAPBIIITKOBOMY
oprauusaTopy) 10 2.1 km (6pauynas necus) u 15-20
kM (acrepasa Est-2). Mexny xepisukamu B [1osb-
e oHa paBHAa 5.5—7.3 KM 10 pa3HbiM (hepMEHTaM,

JL.S1. Bopkun u C.H. JIutBunuyk

a MeXIy IOMOBBIMM Mblmiamu Mus musculus u Mus
domesticus cocraBisiaa ot 2 kM 10 20—40 kM 1o pas-
ubiM mpusHakam (Hewitt 1989, Table 2).

Eciu mupuHa rubpuaHOM 30HBI He BCEra alek-
BAaTHO M3MepeHa JaXke [T MHOTUX HAa3eMHBIX XXU-
BOTHBIX, TO JiJIsi GOJIBITUHCTBA CJIYYaeB B MOpE OHa
pOCTO HensBecTHA. VIMelomuecs: TaHHble TAKKe TO-
BOPAT 0 €€ BeICOKOH Bapuabenbroctu (Gardner 1997:
35). MakcumasrbHast ITUPUHA 30HBI 3aPETUCTPUPOBA-
Ha MEXIy eBponeiickumu Munusamu Mytilus edulis n
Muytilus galloprovincialis (1000 kM), aMepUKaHCKUMHE
nBycTBOpKaMu Mercenaria mercenaria i Mercenaria
campechiensis (1100 kM), a Takke €BPOINEHCKUMHU
PaBHOHOTMMH paykaMu KoMmiiekca Jaera albifrons
(1200 km).* CremyeT TakKe 3aMETUTH, YTO, B OTJIHU-
YKe OT Ha3eMHBIX, THOPU/IHBIE 30HBI B BOTOEMAX JIJIsT
MeJIaTMYeCKUX KUBOTHBIX, HATIPUMED, /IS IIJIAHKTO-
Ha, UMEIOT TPEXMEPHOE U3MEPEHHE U, TI0-BUIUMOMY,
Mmenee crabumnbibl (Petrusek et al. 2008: 2939). O1o
nesaer ux emé 6osiee CIOKHBIMU B TUIAHE BO3MOXK-
HOTO MMPOCTPAHCTBEHHOTO U TEHETUYECKOTO aHAIN3A.

IMTuprHa TUOPUAHON 30HBI MEKLY ABYMST BUIAMU
Ha PasHBIX YYaCTKaX MOKET 3aMETHO BapbHPOBATb.
Taxk, moJioca co BCTPEYaeMOCTbI0 TUOPUOB He MeHee
1% ma pasHBIX y4acTKax TMOPHWIHON 30HBI CEpPOil U
4épHOU BOPOH JAocturasa B mupuHy oT 20-30 kM
1o 400 km (KprokoB u bsmros 1989: 133; BaunoB u
Kpiokos 1992: 1085). Mexny «moaBumamMuy capaHdu
Chorthippus parallelus mvpuHa 30HBI COCTaBJISIIA HA
3amajie [Tupenees ot 9.7 1o 11.3 kM, a Ha BocTOKe 42.3
kM (Vasquez et al. 1994: 442). ¥V X0poIo u3y4eHHbIX
JKePJISTHOK OHa Takske Kosebiercs. B pearopbsax Kap-
nat Ha fore [Tospmmm oHa paBHa 0K0s0 6 KM (Szymura
and Barton 1991: 253; Szymura 1993: 271), Ha 3amnaze
Yxpaunst 2.3 kM Bo JIbBoBcKo# o6mactu (Yanchukov
et al. 2006: 590) u 1-5 xM B 3akapmarckoil 06aacTH
(Xanrypun u ap. 2001: 313). Ognako B XopBatuu
(Temenuna) nocturaer moutu 10 km (MacCallum et
al. 1998: 228), a B PyMbIHUY TOXONT JaKe 10 COTHU
kuomerpos (Vines et al. 2003: 1880).

BOJBITMHCTBO THOPUHBIX 30H SIBJSIOTCS Y3KUMU
10 OTHOIIEHWIO K BEJIMYMHE apeajioB y BOBJIEYEHHBIX

306a «moxBuAa> OBLIU IEPBOHAYATBHO OIIUCAHBI KAK pa3Hbie BUbl. OHU PA3JIMYAIOTCS [0 BHEITHENX MOP(OIOTUH, TIECHIM
¥ OpavHOMY IOBEIEHMIO, & B JJAOOPATOPHBIX CKPENMBAHUSAX IIPOM3BOMASAT CTEPIJIBHBIX CAMIOB, XOTsI THOPHIHbIE CAMKH,
mo-BunumMomy, Hopmanbhbl (Hewitt 1990: 1706—1707). Takum 06pa3oM, 9TH «IIOBUJIbI» BIIOJIHE COOTBETCTBYIOT GUOJIOTH-
YeCKUM BU/IaM C He3aBepIIEHHON pelpoLyKTUBHON N30 IAIIHEeN.

STlockoabKy 9TH pauku o6uTaloT Ha JuTopasu CeBepHOi ATIAHTUKH, TO CKOPEe HAJ0 TOBOPHUTH O JJIMHE, a He IMPUHE
30HBI TUGpUAM3ai. KpoMe Toro, B THOPUAN3AINIO BOBJIEYEHB TISITh BUOB B PasHbIX KoMOuHaimsx (cM. Solignac 1981:

388 1 396).
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BuOB. JIJIsi OTHeceHWs1 TMOPUAHOW 30HBI K Y3KOIi
WIN TIUPOKOH OBbLJIO TIPEIJIOKEHO B KAUeCTBE OCO-
6oro KpuTepusi NPUMEHSTh CKOPOCTb IUCIIEPCUI
(dispersion rate, ¢), KOTOpasi BBIYUCIISIETCS C YYETOM
JIVCTAHIMA PaCCENIEHUs] MEKIY POAUTENSIMA U TIO-
TOMCTBOM, TIPOXOJIMIMO# 32 OfHO TOKoJeHue (Barton
1979: 342; Barton and Hewitt 1989: 497; Kinziger and
Riesly 2001: 310). Illupuna GoIbIIMHCTBA THOPUIHBIX
30H MeHee 50 ¢. Tak, rMOPUAHbBIE 30HBI MEXKIY ABYMSI
mrunamu pofa Dendroica Ha cesepo-amage CIIIA
mwmputoi B 100—-150 KM cyMTaoTCsS Y3KMMU IO OT-
HOIIIEHWIO K OIIEHKE CKOPOCTU PacCCEJIEHUsT STUX IITHUIL
B 31 kM (Rohwer and Wood 1998: 298; Rohwer et al.
2001: 405). TubpuaHas 30Ha Mexmy dabikamu Larus
glaucenses v Larus occidentalis 8 CIIIA mmpuHoii B
654 KM TakKe OTHeCeHa K Y3KOi 30HE HAMPSLKEHUST
(cm. HmKe), Tak Kak o = 136—144 xm (Gay et al. 2008:
2797-2798). OnHako 30Ha THOPUAM3ALUY MEKLY Oa-
6ouxamu Lycaeides idas n Lycaeides melissa B paiione
CkaymcTbix Top (256 KM), HECOMHEHHO, MIMPOKAs, 1
st eé hopMupoBaHUA HeobxoMMMa mouTu 21 Thicsya
nokosieHni wmm 6osee 6000 1eT Ipy cpemHeM pacceie-
nuu B 500 M Ha riokosienne (Gompert et al. 2010: 3186).

Cynst mo Jsurepatype, y3Kue THOPHMIHBIE 30HBI
mpeobIajaloT, UM IOCBSIIEHO HauOOoJblIee KOJH-
4ecTBO uccienoBanuit. OHM OGHAPYKEHBI y CAMBIX
Pa3HbIX JKMBOTHBIX, HAIPUMEDP, CPEIM HA3EMHBIX
mosumockoB (Woodruff 1981: 186, 1989), mpsimo-
kpbutbix Hacekombix (White 1968: 1067; Harrison
and Arnold 1982; Harrison et al. 1987; Hewitt 1990:
1704—-1707; Bridle et al. 2001: 1840), 6abouex (Porter
1989; Collins et al. 1993: 87; Jiggins et al. 1996: 234,
1997), xykoB (Sota and Kubota 1998: 1507); psi6
(Kinziger and Raesly 2001), amdpubuii (Watson 1972;
Littlejohn and Watson 1977: 848; Blackwell and Bull
1978; Woodruff 1981: 175; Green 1983; Kocher and
Sage 1986: 23; Szymura and Barton 1986, 1991; Good
1989: 742; Kozak and Montanucci 2001; Alexandrino
et al. 2005: 1342; JlurBunuyk u Bopkuu 2009: 157),
pentuamii (Jackson 1973; Hall and Selander 1973;
Montanucci 1983; Dessauer and Cole 1991; Phillips
et al. 2004: 1543), nrur (Maiip 1968; ITanos 1989;
Kprokos 2000; Barrowclough et al. 2005; Toews et al.
2011), miexonurarommx (Patton 1973: 575; Nevo and
Bar-El 1977, Table 1; Gyllenstein and Wilson 1987;
Hauffle and Searle 1994; Evans et al. 2001: 1698;
Chavez et al. 2011), pasnu4HBIX MOPCKUX OOUTaTENEH
(Gardner 1997: 35). MuoxecTBo pumepos (10 170)
M CCBUIOK MOXKHO Halitu B 0630pax (Key 1982; Barton
and Hewitt 1981c¢, 1985; Hewitt 1989, 1990).
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TeopeTryecKy HATUYUE Y3KON 30HBI MOKET O0B-
SICHATBCS HeckosbkuMu mpuurnHamu (Barton 1979:
341). 910 MOXKeT OBITH IIPOCTO CMELIEHNE CEJIEKTUB-
HO OIMHAKOBBIX TUIIOB, CTHIK PA3HBIX SKOJOTUUECKUX
yCIOBUN (9KOMOH), HAUIPUMEDP MEXAY JIEeCHBIM U
OTKPBHITBIM JIaHAIIa(TaMi, HENPUCIIOCOOIEHHOCTD
ru6puioB (MX CTEPUIBHOCTD, HU3Kas KHU3HECTIOCO0-
HocTb 1 T.71.). ComnocrasiieHne y3KuX TMOPUAHBIX 30H
(o1 0.25 110 3.1 KM) M€Ky YETHIPHMST «<XPOMOCOMHBI-
MU BusiaMu» (21 = 52—60) manecTHHCKOTO CIIETIbIIIA,
Spalax ehrenbergi 1m0Ka3aji0, 4YTO MEXIY IIAPUHON
30HBI U CTENEHbIO KAPHOJOTHYECKUX DA3IHYHIL
VMeETCsI CTPOTasi HeraTHUBHAsI KOPPEJISINS, T.€. YeM
CUJIbHee mapanaTpuyeckrie KapruohopMbl pasinya-
I0TCSI TI0 YUCIIy XPOMOCOM, TeM yiKe THOPUIHAS 30HA
mesxay Humu (Nevo and Bar-EI 1977: 835).

KauuaiabHbIe 30HBI

Pa3inyaioT HECKOJIbKO KATErOpHii IMOPHIHBIX
30H B 3aBHCHMOCTH OT WX IIPOCTPAHCTBEHHON u
reHeTUYEeCKOi CTPyKTyphl. Hambosee M3ydeHbl Tak
Ha3bIBaeMbIe KIUHAIbLHbIE 30HBI, KOTOPbIE HEPEIKO
PaccMaTpUBAIOTCS MOYTH KaK CHHOHUMBI THOPH/THBIX
30H BooOme (Hampumep, Barton 1969: 341; Barton
and Hewitt 1981c: 109, 1985: 115), uro HeBepHO.
K ar0it KaTeropuu OTHOCATCS TMOPUIHBIE 30HBI, B
KOTOPBIX 06GHApysKeH nepexojt (TPaiueHT) Mo KaKuM-
6o mpusHakaM (10 MOP(OJOTUU WK JIOKYCaM)
OT OIHOTO BUA K Apyromy (Hampumep, Green 1983,
1996: 98; Kocher and Sage 1986; Dessauer and Cole
1991; Szymura and Barton 1986: 1148, 1991: 247,
Szymura 1993: 275; Vasquez et al. 1994; Virdee and
Hewitt 1994; Porter et al. 1997: 1568; Phillips et al.
2004: 1541; Chavez et al. 2011; Toews et al. 2011:
440). O6br9HO Ha rpadKKax 3TO BHIPAKAETCS B BUIE
rmagkoi curmouaHou KpuBoi (Puc. 6), duro yka-
3bIBAET HA OTCYTCTBUE (DU3UYECKMX OAPhEPOB MM
oueHb caabbiii ot6op. Bosiee peskwmii, cTymeHYaTHIH
BW/I IIEPEXO0/IA, HATIPIMEP y €BPOIEHCKHUX JKEPJISTHOK,
yKas3bIBaeT Ha Hamuuue Gapbepa TOM WM MHOW CHUJIHL,
IIPEISATCTBYIOIErO CBOGOMHON nuddysun ajiesneii.
Cuity aToro Gapbepa IHMPENJIOKEHO OIPEAENIATh IO
(opMe KJIUHBI U BHIPAKaTh B METPHKE PACCTOSIHUS
10 OTHOUIEHWIO K cKopocTu aucuepcuu (o). Tak,
HalpuMep, cujia Oapbepa A IIOTOKA TEHOB OT
Bombina bombina x Bombina variegata pasaa 51 xm
pu ckopoctu auctepcun 0.99 kM u mMUpUHE KJIU-
usl 6.1 kM (Barton and Hewitt 1989: 499; Szymura
and Barton 1991: 253, Table 5). Cpentsis mupuHa
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Puc. 6. Curmoun/iHast KpuBasi HI3MeHEHUsI [I0JIU aJljiesieil «cristatusy (HelpepbIBHAS JIMHUS ), YCPeTHEHHASI 110 6 IMarHOCTUYECKUM JIOKYCaM,
B BBIGOPKax TpuToHOB Triturus cristatus v T. dobrogicus n3 3akapnaTcKoi 061acTu YKpauHbl, HAXOASAIIMXCS Ha PA3INYHOM PACCTOSHUU OT
1eHTpa rubpumHoii 30ubI (110: Litvinchuk et al. 2005: 57, ¢ usmMeHeHUAMM).

Fig. 6. Sigmoid change in the «cristatus» allele percentage (continuous line) in the study samples of Triturus cristatus and T. dobrogicus
in Zakarpatskaya Province, Ukraine, situated at various distance (kilometers) from presumed hybrid zone center (from Litvinchuk et al.
2005: 57, with modifications). Based on the average of six diagnostic loci.

KJIMHBI MEKIY ABYMSI BUAMU JIEOTIAPAOBBIX JIATY-  JOJUKEH OBITH 0TOOD /ist € mommepskanust (Szymura
mek B Texace coctaBisma 20 kM (Kocher and Sage  and Barton 1986: 1154)%.
1986: 23). IlluprHa KJIMHBI OIPEAEIsIeTcs OalIaHCOM Knuna Mexmy aByMst QOpMaMu 110 Pa3InyaioluaM-

MeXIy aucrepcreil u ot6opoM. TeopeTUdecku, 4eM  CsI aJUTENISIM OHOTO JIOKYCa MOJKET BO3HUKATH, KaK
yKe KIMHA OTHOCHUTEIBHO NUCIIEPCUU, TEM CIJIbHEE  MHWHUMYM, IIO IIECTH IpUIMHAM. JTO — 1) HEBHITOA-

3Ha YkpauHe OblIa 0OOHApysKeHa YHUKaJIbHAS TMOPUIHAS 30HA MEKLY JKEPISHKAMHU, Te HeOObIYHO y3Kas KJIMHA coyeTa-
ercs co caabbiM 6apbepoM ist motoka relos (Yanchukov et al. 2006: 594).
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HOCTb T€TE€PO3UTOTHI, 2) Pa3JINYHBIA CPELOBOI OTGOD
Mo 06eUM TOMO3UTOTaM, 3) CEJIEKTUBHOE PABEHCTBO
TOMO- U T€TEPO3UTOT, 4) YaCTOTHO-3aBUCUMBIA OTGOD
10 TOMO3UTOTaM, 5) TPEUMYIIIECTBO OIHOM TOMO3UTO-
THI HaJ] APYTON U, HAKOHET], 6) TPenMyIIecTBO reTepo-
3UTOTHI HAJl TOMO3UTOTOH B OTIPEAEIEHHBIX YCIOBHUIX
30HBL. [lepBble dYeThIpe IPUYMHBI TIOATBEPKIEHBI
muorumu mpumepamu (Hewitt 1989: 86).

N3BecTHO MHOTO CJIy4aeB MHOTOJIOKYCHBIX KJIVH,
KOrZia B TMOPUAHOM 30HE KJIMHBI 110 MHOTMM pas-
HBIM TIpU3HaKaM (JIOKycaM) COBIQJAIOT (HAIpUMep,
Szymura et al. 1985; Szymura and Barton 1991: 245;
Szymura 1993: 272; Niirnberger et al. 1996: 1234;
Phillips et al. 2004: 1544; Alexandrino et al. 2005:
1342; JlurBunuyk u Bopxunu 2009: 157; Puc. 6).
W3BecTHBI OpPUTAHCKUN 3BOMIONMOHUCT loadpu
Xpioutt (Hewitt 1989: 88, 1990: 1707) cuuran ato
MIUPOKO PACIIPOCTPAHEHHOW M YANBUTETHHOU Y€PTON
MHO’KECTBEHHbIX KJIUH. Bosiee Toro, oH o6paTui BHU-
MaHIe Ha TO, YTO OT/IeJTbHbIE KJINHBI He TOJIBKO COBIIA-
maiot (coincident) o MeCTY, HO 1 9aCTO COIJIACYIOTCS
(concordant) mo mupuHe. HecorimacoBaHHOCTD e
Pa3IMYHBIX KJIUH TIO TIUPUHE MOKET OBITH BbI3BAHA
PasHBIMH MOIyCaMH WJIU Pa3HOIl MHTEHCUBHOCTHIO
or6opa M0 KaxaoMy u3 JOKycoB. Hambosbmieit mu-
pUHA KJIUHBI, TO-BUAUMOMY, OYIIET ¥ JIeHCTBUTENBHO
HEATPaJbHBIX IPHU3HAKOB. /[ OOBICHEHUS CO-
BIIJIEHUsI KJIWH OBLIO TIPEIJIOKEHO /[BA MEXaHU3MA:
9TO — HaAJIWYKMe TPAAUEHTA CPelbl (9KOJIOTUYECKIE
KJIVHBI) WU (GOPMUPOBAHUE TaK HA3BIBAEMO 30HBI
HarpspkeHus (cM. Hroke). OIHaKO OHU He UCKJTI0YaioT
IpYT ApyTra, ¥ MepBBIl MOXKET TPaHC(OPMUPOBATHCS
BO BTOpOIt. COTIaCOBAaHHOCTD U COBIIAZIAEMOCTD KJIMH
MOXKeT OBITh Takke O0yCJIOBJEHA CTPYKTYPOH MO-
myAnyi (pacrpesiesieHue TIOTHOCTY HACeJeHUs ) U
IyJIbCallveil apeasa, T.e. CXKaTHEM M PACIIMPEHIEM CO
BropuyHbIM KoHTaKTOM (Hewitt 1989: 89).

Tem He MeHee M3BECTHBI, XOTS ITOKA 1 HEMHOTHE,
clyd4ay SIBHOTO HecoBmazeHust (noncoincidence)
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KJIVH TI0 Pa3HBIM IIPU3HAKaM, KOTOPbIe PAaCIIaaioTCs
Ha JIBa THIA 110 CBOEMY IIPOCTPAHCTBEHHOMY pac-
nonoxenuio (Jaarola et al. 1997: 246; Brumfield et
al. 2001: 2081). K mepBoMy OTHOCSATCS TakK HasbIBa-
eMble suenonuposanivie Kavnel (Barton and Hewitt
1981b: 374, 1981c: 119, staggered clines), xorma
o6pasyeTcst cepusi KJIWH MO OTAEIbHBIM MPU3HAKAM,
GJIM3KO CJeyoIuUX APYyT 3a ApyroM. Kaxmas kim-
Ha CABMHYTa Ha HeOOJBIIOE PACCTOSHHE, OOBIYHO
paBHOe NIMPUHE OJHOM KIWHBL Takoil THN HalineH y
Mblieii komiiekca Mus musculus, 6ypo3yOok Sorex
araneus, IoNEBOK Microtus agrestis, 6abouex Zygaena
ephialtes v capanun Chorthippius parallelus (Searle
1991: 48; Virdee and Hewitt 1994: 405; Jaarola et
al. 1997: 246). BosMoxHbBI pasHble PUYUHBI (HOP-
MUPOBAHUS TAKUX 3IIEJIOHUPOBAHHBIX KJIWH, B TOM
YKC/ie OTHOCUTENBHO OOJbIIAs HENMPUCITIOCOOTEH-
HOCTh MHOKECTBEHHBIX T'€TEPO3UTOT IO CPABHEHUIO
C eMUHUIHBIMU. ITU PA3IUUMS MOTJIM BBI3BATh IIPO-
CTPaHCTBEHHOE 000COOIEHNE PaHee COTIACOBAHHBIX
kiauH (Searle 1991: 51).

Bropoii THII HeCOBNAZAONMX KIUH 00YCIOBJIEH
aCHMMETPUYHON WHTPOTPECCHEN OHOTO WJIW He-
CKOJIBKUX TIPU3HAKOB 3 ITPEIEThl OCHOBHOM KOHTAKT-
HOM 30HBL «AGeppaHTHAas» KJIMHA 3HAYUTEIHHO IIUPE
OCTAJIbHBIX, & €€ IEHTP CMEIIEH aJeKO BHE TJIABHOTO
KJIacTepa KJauH. Takoe 3HAYUTESbHOE HECOTJIACHE
HaurboJiee YacTo OOHAPYKUBAETCS /ISl MUTOXOHIPH-
ampHOM [IHK. Bosbinne caBuru KIMH 39TOrO THUIIA
MOTYT OOBSCHATHCA HEHTPAIbHON HMHTPOIPECCUEH,
IIOAIBMKHOCTBIO THOPUAHOM 30HBI, 3G HEKTOM OCHO-
BaTesisi WA CETeKTUBHBIM IIPEUMYyIecTBOM. JlaH-
HBIA THII CMEINeHNsI KJIMH ObLI OOHAPY’KEH y IITHII
(Manacus) B Ilaname (Brumfield et al. 2001: 2081).

Peskast cMeHa B lIEHTPE MHOTHX 30H YKa3bIBAa€T Ha
Gapbephl IS TOTOKA TEHOB, YTO MOKHO OOBSICHUTD C
MTOMOIITHIO HEPABHOBECHSI TT0 CIETIEHHIO,> TIOCKOJIb-
Ky B IIEHTPe TaKO 30HBI KaX/bIi aJIeb CBI3aH C
APYTUMHU U3 TPEIKOBOMN IOMYJIAIMU, U OTOOD HUAET

3" Hepasnosecue no cyennenwio (linkage disequilibrium) — accornmanus HeasiieTbHBIX TEHOB, (PaKTUYECKAst 4ACTOTA KOTOPBIX
OTJIMYAETCS OT OKUIAEMOM NPH CITyYaiiHO KOMOMHATOPYKE aJliesiell; Apyroe 6oJiee Mo3Hee HA3BAHUE — 2AMEMUUECKOe
nepasnosecue (gametic disequilibrium). B3anmoszaBucuMocTb NOITYISAIHOHHO-TEHETHIECKHX [TPOIECCOB, TPOTEKAOIINX IO
PasHbBIM JIOKycaM, OOYCJIOBJIEHHYIO MEKIOKYCHBIMU KOPPEJISIIUAMU (TaMETUYECKUM HEPABHOBECHEM ), TIPEJIOKEHO Ha-
3BIBATh 2amemuyeckoll unmezpayuet (JKuBorosckuit 1984: 9). B accormanyy MOTyT BOBJIEKAThCS HE TOJIBKO CIIETIJIEHHbIE
T€HbI, HO U TeHBI, JIOKAJIM30BaHHbIE B PA3HBIX XPOMOCOMaX. HacTo raMeTHyecKasi MHTerpalust 00HAPYKUBAETCS 110 (DYHKIIH-
OHAJIbHO CBA3aHHBIM JIOKycaM. OHa TIPUBOAUT K GOJIbIIEH TIPUCTIOCOOIEHHOCTH 0CO0eH, UTO 0OBACHAIOT GOJIbIIEH TeTepo-
TM30THOCTHIO MM BAYKHOCTBIO (DYHKIIMOHATBHOTO €IMHCTBA MHTETPUPOBAHHOTO KOMILTIEKCA TEHOB B MIPE/ie/iaX TaIlIOu/IHO-
ro reHortuna (tam xe, c. 11). [ToMuMo 10TOKa TeHOB (MUTPAIIUY 0COOEN MEKY TEHETHYECKH PA3JIMYHBIMU TIOITYJISIIIUSIMHT ),
raMeTUdecKast MHTerparys (MM acCOIMAIVS) MOKET BbI3bIBATHCSI BHYTPY THOPHUIHOM TIOIMYISAIIMA aCCOPTATUBHBIM CKPe-
IUBaHWEM U/WJU snucTaTudeckuM otbopom (Jiggins and Mallet 2000: 250).
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[0 KOppEeJIUpOBaHHOMY HaGopy Jokycos (Barton
and Hewitt 1989: 500). Cama acconuanusi ¥ CXOIHOE
KJIMHAJIBHOE TIOBEJIEHNE Pa3HbIX IMPU3HAKOB, IIO-
BUIMMOMY, YKa3bIBAIOT HA TO, YTO OTOOD B THOPUIHOM
30He paboTaeT CO BCeM TeHOMOM, a He CKOHIIEHTPHPO-
BaH Ha HEMHOTHUX JIOKYyCaX. 3aMe4aTeJbHbIN TPUMED
COTJIACOBAaHHOCTU KJIUH W CHUJIBHOTO HEPABHOBECHS
TI0 CIETIJIEHUIO OIHMCAH y JKepJsiHoK B Ilosbie, 4To
MOKHO OOBSICHUTH KyMYJISITUBHBIM JIEHCTBHEM CJIa-
6oro or6opa (2%), IEHCTBYIOIIETO TT0 KAXKIOMY U3 55
BecbMa Pa3JNYHBIX JIOKycoB (Szymura and Barton
1991: 238, 245 u 255; Szymura 1993: 280).3 MaTema-
THUYECKU OBLIO TaKKe MOKA3aHO, YTO HEPABHOBECHUE
[0 CIEIUIEHHIO, OCOOEHHO B CJIy4Yae HECIEIIEHHBIX
HENTpaTbHBIX MAPKEPOB, CKOPEEe BCETO BHI3BAHO MPH-
TOKOM YHMCTHIX TeHoTHIoB U3 nepudepun (Kruuk et
al. 1999a: 1963; Vines et al. 2003: 1884). Nmeercsa
TaK’Ke CBsI3b MEX/Yy HEPABHOBECUEM IO CIETLJIEHUIO
¥ TIMPUHOM KJIWHBL YeM IIMpe KJIWHA, TeM ciabee
HepasHoBecue (Szymura and Barton 1986: 1151). B
IIeHTpe THOPUIHOM 30HBI HEPABHOBECHE IO CIIETLIe-
HUIO 3HauWTelbHO cuibHee (Szymura and Barton
1991: 247).

Pazmuaror 7Ba Kiacca KJIWHAJIBHBIX Y3KUX 30H
(Barton and Hewitt 1985: 116). K mepBomy ot-
HOCSITCSI KJIUHBI, HE3a8UCUMble OM PACCeNeHUsl, UL
oucnepcuu ocobeii (dispersal-independent clines). B
KJIMHAJIBHBIX Y3KUX 30HAX BTOPOTO KJIacca rOMore-
HU3UPYIOMUI 3G GEKT AucTepcrn 0coOel CTalKuBa-
€TCS C HeKOeW MPUYNHHO-00YCIOBIEHHON IPOCTPaH-
CTBEHHOI TETEPOTEHHOCTHIO.

[ToneBbie uccIemOBaHUS MOKA3bIBAIOT, YTO BO
MHOTHX CJIy4asiX KJIUHAJIbHAs 30Ha (DOPMUPYETCS Ha
CTBIKE PasHBIX MecTooOuTaHui (9K0TOH). B KauecTBe
IIPUMEPa MOXKHO TPUBECTU THOPUAHYIO 30HY MEKIY
xkabamu Bufo hemiophrys (cremHoii Bum) u Bufo
americanus (7ecHO! BYW) B TMpOBUHIMKM MaHuTOb2
(Kanana), npuBsi3aHHYI0 K IIepeXOfly OT IIpepuu K
JIECy, UTO COBIIAJIAET CO CMEHOM TOYB U TPAJUEHTOM
OCaJIKOB: «TUOPUAHBIE» YYACTKM HKOTOHA OBLIM 3a-
HaAThl TMOpuaHbIME ocobsmu (Green 1983: 38, 1996:
98).3% Anasori4YHbIe CIyYyau M3BECTHBI U IS MHOTHUX
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NPYTHX KUBOTHBIX: HATIPHMED, Y aMEPUKAHCKUX SITIE-
pu Sceloporus (Jackson 1973: 67; Sites et al. 1995: 24),
KoObLTOK Chorthippius Ha cesepe Vcmanuu (Bridle
et al. 2001: 1840), kpacubix 6esiok Tamiasciurus B
[EPEXO/IHOM 30HE MEXKY BJIAXKHBIM MPUOPEKHBIM U
CYXVIM BHYTPEHHUM JiecOM B paiione Kackamubrx rop
(Chavez et al. 2011), y npo3odur Ha CTBIKE apeayoB
PaBHUHHBIX U TOPHBIX BUI0B Ha ocTpoBe Can-Tome
B 3amannoii Adpuke (Llopart et al. 2005: 2603), y
rpeGeHYaThiX TPUTOHOB B 3akapnarbe (JIMTBUHUYK
u Bopkun 2009) u KepysTHOK B IIEHTPAJIBHOMN U BOC-
tounoit EBpome (Szymura and Barton 1991: 258;
Szymura 1993: 272). Y3kue ruGpuiHbie 30HbBI MEXKITY
«XPOMOCOMHBIMHU BHIAMU» TAJIECTUHCKOTO CJIETIBIIIIA,
Spalax ehrenbergi NpuxoaATCS Ha TPAHUIIBI MEXKIY
KJIMMATHYECKUMHU DafiOHAMU C Pa3HBIM WHIEKCOM
BJIQXKHOCTH B PaMKaX BO3PACTAIONIEH apuUAHOCTH
(Nevo and Bar-El 1977: 837). Eciu Ha 1ore ITonbum
IEHTP THOPHIHON 30HBI Y JKEPJSHOK He COBIAAAET
HEOCPEAICTBEHHO C Y3KUM 9KOTOHOM, & CaM TEPEXO]T
oT paBHMHBI K Kapmaram, BbIpakeHHBIH B (ayHe,
(bJIope 1 TIoYBe, 3HAYUTEHHO IUPE, YeM COOCTBEHHO
ruGpugHast 30Ha B 6 KM, PacIioioKeHHas B TIPeeiax
noliMel peku Bucaa (Szymura and Barton 1986:
1145), T0 psamoM Ha YKpauHe oOHAPYyKeHA OYEHb y3-
Kast 30Ha (2.3 KM), JIeKalas B 30He PE3KOTo Tepexoza
(Yanchukov et al. 2006: 599).

OnHako y3kue rMOpHUIHBIE 30HBI MEKIY ABYMS
BUAMU-[BOMHUKaMU JsATynieK pona Ranidella na
samaze Ascrpaimu (Blackwell and Bull, 1978: 23),
TUTAHTCKUMU amGuctoMamu popa Dicamptodon B
Kammdopuuu (Good, 1989: 742), a Takxke Mexmy
«pacaMu» HejeTaolel akpuabl Podisma pedestris
(Nichols and Hewitt 1988: 47), nmo-Bunumomy, He 06-
YCJIOBJIEHBI SKOJIOTHYECKUMU (haKTOPaMu (CM. TaKKe
c. 120. ¥ v He 6611 06HAPYIKEH KaKOH-THO0 9KO-
JIOTUYECKHUI TPaJUEeHT B TMOPUIHON KJIMHE MEKIY
IByMs BuJaMu MaHakuHOB B Ilaname (Brumfield
et al. 2001: 2082) i ApPEBECHUIl Ha CEBEPO-3aIIAIE
CIITA (Rohwer and Wood 1998: 303; Rohwer et al.
2001: 405).

%Panee (Szymura and Barton 1986: 1150 u 1155) uuciio nokycos orernBaiocs B 300 (80—2000).

¥Boranuk Iurap Augepcon (Anderson 1948: 5) mpenmoxui naxe MoHATHE 2ubpudusayus 6uomonos (a hybridization of
the habitat). OHo BKJI04a/IO He TOJIBKO IPOMEKYTOUHBIE MECTOOOUTAHNSI, HO M BCE BO3MOKHbIE COUETAHUS KOHTPACTHPY-
IONINX Pa3IN4IKi TIePBOHAYATBHBIX MECTOOOMTAHKH, T7I€ MOTJIU GBI BBIKUTH BTOPOE U MOC/IEAYIOIINE TIOKOJIEHNS TUOPU/IOB,
MIOCKOJIbKY PEKOMOMHAHTBI MOTYT OTJINYATHCSI GOJIBIINM PasHOOGpasueM CBOMX (PU3MOJIOTUYECKUX M HKOJOTHIECKHUX OCO-
Gennocreit. [MGPUIM3NPOBAHHBIE MECTOOOUTAHUS AKTUBHO CO3/IAIOTCSI YETIOBEKOM B XOJI€ CTPOUTEIIHCTBA 0POT, JIECOPas-

pabotok u T.1. (cM. Ipant 1984: 196).
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Teoperryeckn pa3paboOTaHO HECKOIBKO MOJIE-
neir (Barton and Hewitt 1985: 116; Hewitt 1990:
1710), xoTOpble BKIIIOYAIOT: &) HEUMpalvHvle KAUHbL,
B KOTODBIX W3HAYaJIbHO KPYTOHl TPAJMEHT pas-
pylIaeTcss co BpeMeHeM; 0) 60HbL NPOO0SUNCEHUS.
(waves of advance) ycremHbIx ajuieseii u B) 6aianc
Mmexcoy paccenenuem u om6opom IPOTUB TMOPUIOB
(dispersal /selection balance). ITocieguuii BapuaHT
HA3bIBAIOT TAKXKe 30HOU Hanpsijcenus,, tension zone
(Key 1968: 19). HasBanue cBsizaHO C T€M, YTO 3TH
30HBI, IEUCTBYSI KaK MOJIyIPOHUIIAEMbIE MEMOPAHHI,
CBOOOIHO TIPOIYCKAIOT OJHU W OJIOKUPYIOT APYTHE
Te€HBI MJIU XPOMOCOMHBIE TIEPECTPONKU M MOTYT JIBU-
raThCsi Kak GPOHT B CTOPOHY MeHee aflalTUBHON MK
MeHee TIJIOTHO PacHpeNeIEHHOW (DOPMBI, MUTHUMU-
3upys csoio mupuny (Barton 1979: 344; Barton and
Hewitt 1985: 115, 1989: 500).% Oco6eHHOCTHIO 30HBI
HAMPSUKEHUST SIBJISIETCSI TPUTOK TEHOB, O0OYCJIOB-
JIEHHBIN pacceyieHueM (Iucnepcueil) u3 paioHOB C
BBICOKOM TJIOTHOCTBIO OCOOEN B YYACTKU C HU3KOM
IJIOTHOCTBIO, 4TO C OOEMX CTOPOH TOJKAET TAKYIO
30HY B 06/1aCTh HU3KOH IJIOTHOCTH. [lepruoanueckue
VU3MEHEHUS B PACIIPe/IeJIEHUH TUIOTHOCTU MOTYT BBI-
3BIBaTh NOABMAKHOCTH 30HBI (Hewitt 1989: 89).

TaxkuM 06pa3oM, TEOPETUIECKH TUHAMUKA KJIUHBI
(eé popMa M TOABMIKHOCTH) MOJKET OIPEAENSITHCS
pasHBIMU TIPUYMHAMU U PasHBIMU (popMamu ecre-
cTBeHHOTro 0T60pa. EC/M KiMHa o/IIepKUBAETCs TaK
Ha3bIBAEMbIM 9HO02ZEHHBIM OTOOPOM, HATIPABIEHHBIM
[IPOTUB TUOPHIOB, TO OHA OYAET OTHOCUTEIBHO He-
3aBUCHMA OT cpefibl. Ecou ke paboTaeT sx30zenHbLil
0T60p, 0OYCIOBIEHHBI HEOAHOPOIHOCTHIO, TPAIH-
€HTOM CPEJIbI, TO KJIMHA Oy/eT PacloiokeHa B 30He
aKosiormdeckoro nepexoza (Alexandrino et al. 2005:
1135-1136).

Mo3anuHbie 30HbI

JlpyruM TUNIOM THUOPUAHBIX 30H SABJISETCA Tak
HasblBaeMasi Mozauunas tuopuaHasa 3ona (Harrison
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1986: 346), yTto oTpakaeT €€ BHYTPEHHIOO CTPYK-
Typy. [loaToMy He ciemyeT myTaTh €€ ¢ MO3aMYHBIM
pacripesieieHieM THOPHIHBIX 30H, BO3HUKAMOIUM
TIPY KOHTAKTe IBYX BUIOB HA Pa3HBIX y4aCTKaX CBO-
ux apeanoB (Schwenk and Spaak 1995: 470; Hewitt
1996: 256; Redenbach and Taylor 2002: 1030, Fig. 4).
B 4éTKO BBIpaKEHHON MO3aMYHON TMOPUIHON 30HE B
TIPUHITATIE He TOJIKHO OBITh KIWHAIBHOTO MEPEX0/a
npusHakoB (Ho cM. ¢.108 u 110). ITpocTpancTBeHHOE
pacrpeziesieHue PoAuTeNed U THOPUIOB UMEET MO3a-
WYHBIA (OTKyZa ¥ Ha3BaHWeE), JJOCKYTHOW XapaKTep.
BuepBsie Takast 30Ha GbIIA BHISIBJIEHA Y CeBepoame-
PUKaHCKKX CBEPYKOB poaoB Gryllus (Harrison 1986;
Harrison and Bogdanowicz 1997; Harrison and Rand
1989; Rand and Harrison 1989; Ross and Harrison
2002) u Allonemobius (Howard 1986;" Howard
et al. 1993). 3arem oHa 6GbITa OOHAPYKEHA Uy pas-
JINYHBIX APYTUX CYXOIYTHBIX W BOMHBIX JKUBOTHBIX
(Mossakowski et al. 1990; Dowling and Hoeh 1991:
945; Garcia and Davis 1994: 385; Sites et al. 1995: 10;
Gardner 1997: 36; Szymura 1993: 273; Kproxos 2000:
21; Bierne et al. 2003: 448 u 455; Vines et al. 2003;
Fitzpatrick and Shaffer 2004: 1288).

Mo03arYHOCTh MOJKET OTPENENATHCS UCTOPUEN 3a-
CceJieHus1 30HbI (e€ KOJIOHU3AINS Y BBIMUPAHIE MOITYJIsi-
I BO BPEMST BTOPMYHOTO KOHTAKTa, JIOKAJIbHAST KOH-
KYPEHIs, Be[ylasi K B3AUMHOMY HCKJIIOYEHUIO) WIN
OTPaKaTh MO3AUYHbII XapPAKTEP CPEbI i COOTBETCTBY-
follee JIOKajibHOe Aapierne or6opa (Harrison 1986:
346; Harrison and Rand 1989: 128). Hampumep, Mo3a-
WYHAsI CTPYKTYPa THOPUIIHO# 30HBI y CBEPYKOB CBSI3aHA
C MO3aWYHBIM PACIIPE/IeJIEHUEM IBYX BAPUAHTOB IOYBbI
(Rand and Harrison 1989: 444; Ross and Harrison 2002:
2304). TIATHUCTBIM pacIpeIeieHHeM MEeCTOOOUTAHMIA
OOBSCHSAETCSA MO3AMYHBIN TUTI HEKOTOPBIX THOPUIHBIX
30H y eBponeickux kepisHoK (Szymura 1993: 272;
cM. Hmke). Takum 06pasoM, Mo3aWyHasi CTPYKTypa
TUOPUIHON 30HBI BO MHOTOM OOYCJIOBJIEHA 3aMETHBI-
MU Pa3IMIUsAMU MEXIY BUNAMU B UX SKOJIOTMIECKOM
TIPEATIOYTEHNY OTHOTO M3 GHOTOTIOB.

“Cam aBTOp TepMHHA OOBSACHSI €T0 TIPOUCXOKIEHUE HECKOIbKO nHaye. I1o ero cioBam (Key 1982: 432), rubpuausaruos-
Has IapanaTpus XapaKTePU3yeTCs «PelPOAyKTUBHOI KoHdpoHTanueii» (reproductive confrontation), T.e. oT60poM mpo-
THB TMOPU/IOB, U3-32 KOTOPOI y3Kre TUGPU/IHBIE 30HbI U ObLIIM HA3BAHBI «30HAMY HATIPSKEHUS>.

“DopmasbHo crathbs [Ipuuena Xayapaa Boimnia panbiie (14 ssuBapst), ueM ctaTbst Puaapaa Xappucona. OHaKo eciiu mep-
oIl u3 Hux (Howard 1986: 40 u 41) ucnonb30Baj BEIpaKeHNE «MO3aUYHbIN THUII PACIIPOCTPaHeHus» (mosaic pattern of
distribution), To Bropoii (Harrison 1986: 346), momumo storo (the pattern of mosaic, a mosaic of populations u npyrue),
MPEJIOKUI ¥ caM TepMUH <«a mosaic hybrid zone». Kpome toro, [I. Xayapa 6marogaput P. XappucoHa «3a cTuMyIupy-
fomue Gecepl 0 TMOPUAHBIX 30Hax» (P. 42) U 3a MOMAEPAKKY CBOed paboThl rpaHTOM XappucoHa. JII60mIbITHO, 4TO 062

aMepHKaHI@a paboTAIM CO CBEPUKAMM, TIPAB/IA, PA3HBIX POJOB.
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HepaBHoBecre TO CIIETUIEHHIO TEHETHYECKUX
MapKepoB, OTMEYEHHOE BHIIE IS KIMHAIBHBIX
30H, MOXKET HAOIIONATbCSI U B MO3aUYHBIX 30HAX
(manpumep, Harrison and Bogdanovicz 1997: 498;
MacCallum et al. 1998: 232; Bierne et al. 2003: 456).
OnHaKo 371eCh OHO BBHI3BAHO PA3INYUSMU B 9KOJIOTH-
YECKOM IPETIOYTEHUH BUIOB. UeM OHY CUIIbHEE, TEM
MeHbIIle TIepeMeleHre 0co0eil MeXIy COCeIHUMU
y4acTKaM¥ C pa3iuyaonuMucs Guotomamu. Tem
He MeHee B3POocjble 0co0M, BCE ke MOoMaaioliye u3
OIHOrO OMOTONA B APYrOi, BHOCAT KOMOMHAIUM
ajsiesiell, TUIWYHBIE A TOMYJIANUi, U3 KOTOPBIX
onn MmurpupoBanu. Ha mpumepe KepsTHOK, KOTO-
phle IPEANOYNTAIOT IOCTOSIHHBIE Ipyxasl (Bombina
bombina) win BpeMeHHblE MeJKHE BOJIOEMBI THUIIA
nyx Ha nopore (Bombina variegata), Oblia IoKa3aHa
CYIIECTBEHHAS CBSA3b MEXK/Y TEHOTUIIOM U GHOTOTIOM,
T.e. OMOTOITMYECKN HECAYYAHOE TIEPEMETIIEHIE OCO-
Geii B rubpuzanoii 3oHe (Vines et al. 2003: 1884).

IIpuBsizka K OGUOTOIY MOXKET MOATEPKUBATHCS
CUJIBHBIM OTOOPOM, €C/TU MO3aWYHBIE YYACTKU II0-
CTATOYHO KPYITHbIE OTHOCUTEIHHO PACCTOSHUS JIHC-
nepcun. OHAKO axke CBOOOIHOE PACCETEHNE MOKET
MIPUBOAUTD K BO3HMKHOBEHWIO MO3aWYHOW 3OHHBI,
€C/Ii Pa3jinYHble TEHOTHUIIbI OyayT U30UpaTeabHO
JBUTATBCS K PasAM4YHBIM OuoTomaM. Jlokazaresb-
CTBO AaKTHBHOTO OHOTOIIMYECKOTO TMPEATOYTEHHUS
OBLJIO TOJYYEHO TIPU U3YIEHWH THOPUIHOW 30HBI
Mexy xepasakamu B Xopsatuu (MacCallum et al.
1998: 227). Buortonuyeckoe MpeaNOYTEHNE MOKET
NBOSIKUM 00pa30M BJIMATH Ha MOTOK TeHOB. C OHOM
CTOPOHBI, JI0JIs PEKOMOMHAHTOB JOJKHA YMEHBITATH-
Csl, a CAaMU OHU CTAHOBUTHCSI MEHEE MPUCTIOCOOTIEH-
HBIMM, YTO YCUIUBAET Gapbep IS TEHOB, a C APYTOH,
MUPOKasi CMECh MECTOOOUTAHUI MOJKET PACITUPSITH
rUOPUIHYIO 30HY U, CIeJOBATENBHO, [aBaTh OOJIbIIE
BO3MOKHOCTEH 1711 0OMeHa reHamMu. BHyTpu camoii
30HBI MOKET TIPOMCXOIUTh OTGOP KaK Ha YCUJIEHUE
OpayHoro BBIOOpA, TaK ¥ Ha SBOJIONMUIO OMOTOIH-
YECKOTO TPEJNOYTEHUsI, KOTOPOE YMEHBIMAETCs
«3abomauuBamuM» 3OPEKTOM II0TOKAa TeHOB. Mo-
3aM4Hble TMOPHIHBIE 30HBI MOIYT CIIOCOOCTBOBAThH
060UM BapUAHTaM JIMBEPTEHIUHM TIO IBYM TIPUYMHAM
(MacCallum et al. 1998: 238):

1) yMeHbIeHrEe peKOMOMHAIINT GYIET COXPAHSTH
CBSI3b MEXKAy JIOKyCaMW, OTBETCTBEHHBIMU 3a He-
caydaiiHOe CrlapWBaHWe W HEMPUCITOCOOTIEHHOCTh
ru6pUIOB,

2) oT6Op MOKET AeHCTBOBATh Ha O0JIee MIMPOKOM
TEPPUTOPUH, €CJIM THOPUAHAS 30HA OyIeT mmpe, U
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CJIEZIOBATH BAOJb U3BIJIUCTOTO X012 GHOTOMUYECKUX
TPaHUIIL.

MosauyHasi CTPyKTypa MOKET BO3HUKATh TAK)Ke
B Pe3yJIbTaTe CIyYaNHOTO Apetidha TeHOB, eCIU IHUCIIO
MUTPAHTOB MEX/IY MECTHBIMU MOMYJISIIUSIMUA MAJIO.
Ciyualinblii petid 1 BBIMUPaHIe MECTHBIX IIOITYJIs-
1[I MOTYT []aBaTh Pa3JIMYHbIe BADUAHTHI MO3aNYHO-
cru. Ocobo BaxkHas dopMma apeticha MoxKeT GbITh 00-
yCJIOBJIEHA 3aMETHOM UMMUTPAIHEll B TPOCTPAHCTBO
MEXKAY ABYMSI PACIIUPSIIOMUMUCS TOMYJISIUSIME
WJTY B HE3AHSThIE YYACTKU MO3AUKH M3 POTUTENBCKUX
momyJstuii (em.: Vines et al. 2003: 1877). JlockyTHOe
pacIipeziesieH1e, BEPOSITHO, BRI3BAHHOE AUCIIEPCHEN U
npeiidom, a He IPUBSIZAHHOCTHIO K MECTOOOUTAHUSIM,
obHapyskeHo y moMoBbix Mblmeii (Hauffle and Searle
1994: 1385), kpeBeTok (Garcia and Davis 1994: 385),
HMHTPOAYLMPOBaHHBIX MypaBbéB (Shoemaker et al.
1996: 1966), xnomos-Bomomepok (Klingenberg et
al., 2000: 763). Takue ciryyan, KOTa MSATHUCTOE pac-
mpezesieHre He 06yCIOBIEHO OMOTOMNYECKUM TIPEI-
MOYTEHNEM, KAK Y CBEPYKOB, OBLIO MPEJOKEHO OT-
HOCHTH K KATETOPUM «KPAMYATHIX TMOPUIHBIX 30HY,
mottled hybrid zone (Searle 1993 — 1ur. mo: Hauffle
and Searle 1994: 1392). OxHako HeJb3sI TOJHOCTHIO
pa3zesuTh BAUSHUS npetiha Ha TOKAThHBIX YIaCTKAX
1 ajlanTanuy K pasiamdaHbiM Omotomam (Sites et al.
1995: 24).

ITo muenmio 3akapuu lommepra ¢ coaBTOpaMu
(Gompert et al. 2010: 3186), camo 110 cebe JIOCKyTHOE
(patchy) pacmnpenenenue momynauuii B TUOPUAHON
30He€, eCJI OHO HEe COCTOUT 3 [IEPEMEKAEMBIX yIaCT-
KOB OMOTOIIOB, MPENOYUTAEMBIX POIUTETHCKAMU
BUIAMH, C COOTBETCTBYIOIIUMHU GEKKpoccaMu, He
MOXKET PACCMATPUBATHCS KAK JI0KA3ATEIhCTBO MO3a-
MYHOTO THIa TUOPHAHON 30HBL Takoe pacmpenesie-
HUE CKOPee OTPAXKAET AMHAMUKY METANOMYJISINA C
JIOKQJIbHBIM BEIMUPAHUEM U PEKOJIOHU3AIINEN.

B oTsmuue OT KIWHAJIBHBIX 30H, MO3AUYHBIE TH-
OpUIHBIE 30HBI MOTYT UMETh PasHyIo IMHPHUHY. Tax,
V JKEPJISTHOK OHa BapbUPYET OT HECKOJbKUX, C 30HOU
unTporpeccun B 15-25 kM (Szymura 1993: 284),
no coruu kunomerpos (Vines et al. 2003: 1880), y
cBepukos poga Allonemobius ot 5 mo 200 km (Howard
1986: 40), a y cBepukoB pona Gryllus oT necsTKOB 10
coren kusomerpos (Harrison and Arnold 1982: 549;
Ross and Harrison 2002: 2305). IIupokue Mo3any-
HbIe 30HBI CBSI3aHBI C CUMIATpUel. Y MUPEHENCKNX
xyxemmil oapopa Chrysocarabus (pon Carabus) c
PEAYIMPOBAHHBIMU 33JIHUMU KDBUIbSIMHU THOPUIH-
3aI[Ms OXBaThIBaeT Tepputopuio B 120 KM mupuHOMI
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IPU CKOPOCTU PACCEIEHUSI B HECKOJIBKO COTEH Me-
TpoB Ha nokoJjienre (Mossakowski et al. 1990: 1787).

Ecnu pjist 06bsCHEHUS! KITMHAIBHBIX TUOPUIHBIX
30H TPEIJIOKEHbI Pa3JMYHbIE MATEMATUYECKUE MO-
nemu (Hampumep, Bartton and Hewitt 1985, 1989),
TO MO3aWYHBIE 30HbI B 9TOM acIlleKTe pa3paboTaHbl
HEIOCTATOYHO, XOTsI BBIBOJABI U3 KJIMHAJBHBIX MO-
neniell He BCerga MOTYT ObITh NPUMEHUMBI K MO3a-
nunbiM (Mossakowski et al. 1990: 1787; Cain et al.
1999: 1343; M’Gonigle and FitzJohn 2009: 453). B
CJIydae OJIHOTO JIOKYCa JIOKAJbHO aJIAlITUBHBINA aji-
nesb GyIeT COXPAHSITHCS, €CJIU OTOOP B €r0 TOMb3Y
OymeT cuibHee CKOPOCTH WMMWrpanuu. B ciyuae
MHOTHX JIOKYCOB JIMHAMUKA TUOPUAHOM 30HbBI GyeT
06ycyoBeHa KaK 0TO0POM TI0 OTAEIbHBIM JIOKYCaM,
Tak ¥ o6IMM 0TOOPOM TI0 BCeM JIOKycaM. brotomu-
4ecKu 00yCIOBJIEHHbIH 0T60p OyAeT BAMATH Kak Ha
aJIyIes v, BHOCUMbIe UMMUTPAHTAMHU, TaK U Ha aJIIeIn
UX THOPHUAHOTO MOTOMCTBA. B cilydyae moctaTodyno
KPYIHO# MECTHOM MOIYJISIIUK UMMUTPAHTBI OyIyT
COCTaBJISITH SIBHO MEHBIIYIO [I0JIF0 ¥ COOTBETCTBEHHO
QJUTEJIbHBIE PA3/IMYUST MEXKIY TOIMYJISAIMSIMA MOTYT
HOJEePKUBATbCs MeHee ciabbiM  orGopoMm. Tak
MOXKeT 00ecIednBaThCs CTaOUIbHOCTD MO3aNYHOM
ruOpUAHOM 30HBL. KOMIIbIOTEPHBIN aHAMIU3 MOKa3aJl,
4TO TPM CHUJIBHOM OTOOpE TakKue 30HbI MOTJIM BO3-
HUKHYTb BCKODE II0CJIE JIEIHUKOBOTO TIEPUO/A, & IPU
cmaboM 0TOGOpe HECKOJIbKO coTeH JieT Hazaz (Vines et
al. 2003: 1886).

MoszanyHast TMOpUAHAs 30HA MOKET MOIEPIKU-
BaTbCsl KaK 9K30T€HHBIM OTOOPOM B T€TEPOTEHHOMN
cpejie, TaK U SHAOTEHHBIM OTGOPOM MPOTHUB THOPH-
10B. BuoTonmnyeckoe IpeANoYTeHNE, TOKOMYJISIA-
OHHBIE MEXaHU3MbI PENPOAYKTUBHOW U30JIALUM U/
uiau ot6op Ha (PepPTUIBHOCTH TAKXKE BHOCAT CBOWM
BKJIaJ] B (hopMuUpoBaHue Mo3anaHoi 30HbI (Ross and
Harrison 2002: 2296).

CeTtuaTbi€e 30HbI

Wsyuenne ruOpUAHON 30HBI MEXKIY TPUTOHAMU
Triturus cristatus v Triturus marmoratus Bo @paHiyu
[I0KA3aJI0, YTO OHA He YKJIAJbIBAETCS B XOPOIIO U3-
BECTHbIE KaTETOPUM IapanaTpUuecKoil (KJIWHAIb-
HOW) M MO3aW4HOH 30H, a COBMEINAET B cebe Mx
npusHaky. [ 0603HAYEHUST TAKOH CUTYaI[uy ObLI
NPE/JIOKEH HOBBI TEPMUH <«CeTyarass TUOPUIHAS
30Ha», reticulate hybrid zone (Arntzen and Wallis
1991: 817). Ha nam B3rJsii, TEDMUH TapanaTpus
BpSII JIU TIOJXOJWT K YKAa3aHHOW Hape BW/IOB, IO-
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CKOJIBKY WX apeasibl epekpbiBaioTcsi Bo Opannuu Ha
nporskerny 300 KM, a THOPUIBI OTMEYEHBI ITO BCei
30He cummarpuu (Tam xe, p. 806 u 808, Fig. 1). I1oa-
TOMY JJAHHBIN CIy4ail OKEH PACCMATPUBATHCS KaK
JIOKAIM30BaHHAs CUMIATPUYECKAsT THOPHIM3AIUS
(Puc. 3, 2), Ha yTo yKa3anu u camu aBTOPHI (Arntzen
and Wallis 1991: 817). OxqHako BHYTpU 30HBI mepe-
KDPBbIBaHUS apeajioB BU/bI PACIIPOCTPAHEHBI, KaK Mpa-
BUJIO, JIOKQJIBHO COCEACTBYSI Y B3aWMHO HCKJIIOYAs
apyT apyra (T.e. B JAHHOM MECT€e TOJIbKO OIWH BUT).
B menTpanbHOIl e YacTH 30HBI, B JeHNapTaMeHTe
Maiien, rie BUABI CHHTOIMYHBI (T.e. COCYIIECTBYIOT
B OJHOM U TOM K€ BOAOEME) U TMOPUIAMBUPYIOT B
MOZIABJISIONIEM GOJBIIMHCTBE TPYAOB, 0OHAPYKEHO
80% rubpuoB: 31eCh 30Ha TMOPUAM3ALNN JOCTUTA-
ma 20 kM B mupuny (Arntzen and Wallis 1991: 806,
Fig. 1; Arntzen 1996: 114).

K coskanenuio, aBTOpsl He Janu YETKOTO OIIpe-
JleJIeHVs BBIZEJIEHHOM MMM KaTerOpUM TUOPHIHON
30HBI, C YKa3aHWEM CBOWCTBEHHBIX eil uepT. Bepo-
SITHO, TTIO9TOMY OHA He TIOJy4YWJia TIPU3HAHUS B IIO-
crexyomux paboTrax, XOTs CMeIIaHHble THOPUIHBIE
30HBI ObLIN OOHAPY’KEHBI U IIPU M3YYEHUU APYTHX
JKMBOTHBIX, HAIpuMep y stiepuir Sceloporus (Sites et
al. 1995: 21) u y xepisaHok (cm. c. 108). Comocrasie-
HYe THOPUIHBIX 30H TIOKA3AJI0, UTO JKEPIISTHKHY JTyUIlle
TIOIXO/IAAT TIOJ] TPAMEHTHYIO (KJIMHATIBHYIO) MOJIETTb,
HO TaK’Ke IEMOHCTPUPYIOT U MO3aUYHYIO CTPYKTYDY,
TOT/Ia KaK Y TPUTOHOB BBIPAXKEHA MO3AWYHAST MOJIETb,
HO C IPU3HAKAMU TPAJIMEHTHOCTH (HA PACIIpeIeSIeH e
TPUTOHOB ¥ COOTHOIIIEHNE WX YUCIEHHOCTEN BIUSET
creneHb 06JeCEHHOCTH U XOJMUCTOCTA MECTHOCTH).
Bo3mo:kHO, B TIpHpOE CYIECTBYET HEIMPEPHIBHBIIN
TEPeXo]] MEXIY 9TUMU IBYMsI TUIIAMU MOJENEl, HO
IUIST BBISICHEHWS CBSI3M MEXIy HUMHU HeoOXOAMMO
OTHOBPEMEHHO M3YyYaTh KaK 9KOJOTUYECKUE, TaK U
TeHETHYECKNe TapaMeTPhl C KCIOJb30BAHUEM pas3-
HBIX MacImTaboB TPOCTPAHCTBEHHOTO HaGJIOAEHUS
(Arntzen 1996: 117).

OcraToyHbie 30HbI

IToMIMO KJIMHAJIBHOM («IJIaKHe KJIMHBI», Smooth
clines) u Mo3anuHOl TMOPUAHBIX 30H, BBIAEJSAIOT
TPETHIA THII, Ha3BaHHBIA ocmamourol 30H0i («relict
zone», Szymura and Barton 1991: 258; «residual
hybrid zone», Szymura 1993: 272-273). B otiuuue
OT TIEPBBIX IIBYX, B Hell IIeHTpajbHAs 4acTb 30HBI
HCYesa U3-3a PaspylIeHrs] MECTOOOUTAHUI, U caMa
30Ha COCTOUT U3 ABYX IIPOCTPAHCTBEHHO 060CO0 IEH-
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HBIX YYACTKOB C POAUTETbCKUMU ¥ THOPHIHBIMU (HO
ue F,) ocobsamu (Puc. 7). IlomaraioT, 4To Takue 30HbI
MOTYT OBITH OCTATKOM KaK KJIWHAJIBHOM, TaK ¥ MO3a-
uyHOM TbpuAHbIX 30H (Szymura 1993: 273). Tak, B
Huxneit Asctpun (Waldviertel) 6p11a 06HapyKeHa
OCTaTOYHAs 30Ha, IPOM3OMIEIIAs OT PaHee MO3aud-
noit 30ubI (Gollmann 1996: 127). 3yueHHass HaMu
rubpuIHas 30Ha MEXIY rpebeHYaThIMKU TPUTOHAMH B
3akapriaThe TakKe MOXKeT OBITh OTHECEHA K OCTaTOY-
HOI 30He, HO, TIO-BUINMOMY; SIBJISIETCS TIPOM3BOIHOM
oT kauHaAbHOM 30HBI (JIuTBUHUYK 1 Bopkuu 2009:
158). OcraTounas 30Ha 6buTa MAEHTU(GUIMPOBAHA
HaMU B 3akapnaTbe U MeXIy ‘KepssiHkamu (XaiaTy-
puH u ap. 2001: 313).

Pasnoo6pasue (popM ruGpPUIHBIX 30H
B IIpe/ieJiaX O/IHOI Mapbl BUIOB

WHorzma aBa Buga MOTyT 00pa30BhIBaTh Ha KOH-
TaKTHBIX YYACTKAX CBOMX APEAJIOB TUOPUIHBIE 30HBI
pasHoro Tuma. XopoInuM IIPUMEPOM MOXKET CIIYKUTb
TeHETUYECKOE B3aUMOJIENCTBIE MEXKIY KPacHOGPIO-
xoii (Bombina bombina) n xenrobpioxoit (Bombina
variegata) >XepJSTHKaMU, KOTOpble, HECMOTPS Ha
XODPOIIO BBIPAXKEHHBIE DPa3IW4yusi B Mopdosoruy,
HKOJIOTHHM, TOBEIECHUU W MO OMOXMMHUYECKUM TIPH-
3HaKaM, 00pasyioT B EBporie y3Kyio ruOpUIHYIO 30Hy
JUTMTHON B HECKOJIBKO TBICSY KUJIOMETPOB (Szymura
1993: 271). [leTasbHO ONMCAHHBIE B MPENTOPbSIX
Kapmar B toxHoit [Tosbiiie 1Ba y4acTka THOPUIHOI
30HBI KJMHajbHOro tuma (Szymura et al. 1985;
Szymura and Barton 1986, 1991; Szymura 1993:
273-281) cranu ogHUM W3 MapagHBIX IIPUMEPOB,
MONABIIAM B Pa3JH4Hble 0030PbI ¥ PYKOBOACTBA O
IBOIIONMOHHOM 6rosorun. Camast y3Kas KiuHa B 2.3
KM pacrosioxkena B IIpukaprarbe YKpauHbl (peka
Crpsiit) u npussizana k skorony (Yanchukov et al.
2006: 592). B ykpautckoM 3akapraTbe Ha OOJIbIIeit
JaCTH y4acTKOB 30HY mupuHoi oT 1 1o 10 kM MOKHO
OTHECTH K KJIMHATBHOMY THITY (C CUTMOUIHBIM IIepe-
XOZIOM), HO B Psifie MECT K MO3aMYHOMY WJIM OCTaTOY-
nomy tumy (Khalturin et al. 1996: 45; Xantypun u
ap. 2001: 313). B Xopsatuu 6;1u3 [emenutp (20 kM
ot 3arpe6a) KIWHATbHAS TMOPUIHAS 30HA ITMPUHON
B 9.5 KM BKJIIOYAeT 4YepThl MO3aWYHOTO BapUaHTa
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(Szymura 1993: 273-281 u 287, MacCallum et al.
1998: 236; Vines et al. 2003: 1876 u 1884). Pacrmo-
JIOKEHHBIH OT Heé Bcero b B 50 KM Ha TPaHHUIlE
Xopsaruu 1 Bocaun (Kocraitauiia) npyroit yaactox
TUOPUIHON 30HBI 3AMETHO OTJINYAETCS ¥ UMEET SIBHO
Mo3anvHbIi xapaktep (Szymura 1993: 281; Szymura
et al. 2003: 891). Moszanunas 30Ha OGHapy KeHa TaK-
’)Ke Ha ceBepo-3amajie TpaHCUIbBAHCKOW IOJUHBI B
Pymbinun B paiione Kayx (Vines et al. 2003). Ocra-
TOYHBIE TUOPHIHBIE 30HbI Y KEPJISTHOK BbISIBJIEHBI HA
10TO-BOCTOKE ABCTpuu 1 3anajinee 3arpeba (Szymura
1993: 273; Gollmann 1996: 127).

VY knonos-BomoMmepok (Limnoporus) oOmupHas
rubpuaHast 30Ha B CeBepHOI AMEPUKE TaKKe UMEET
SIBHO BBIPAKEHHYIO IUPOKYIO KPYTYIO KJIUHY B OMHOU
CBO€lf 4acTH, K KOTOPOI IPUMEHUMA MOJIETb «30HbI
HAMPSDKEHUsT>, ¥ MO3aW4HOCTh B Apyroi (Sperling
and Spence 1991: 1380). Cuemyer uMeth B BHIY,
YTO OTHECEHME TUOPUAHON 30HbI K KIMHAIBHON WU
MO3aMYHON 3aBUCUT OT MacIITaba aHAIN3a; HA OTHOM
IIKaJe PACCTOSIHUIT MOXKHO OOHAPYXKUTb KJHHY, a
Ha apyroii mozauky (Futuyma and Shapiro 1995:
225; Sites et al. 1995: 24; Harrison and Bogdanowicz
1997: 500; Ross and Harrison 2002: 2306). 13BecTHBI
cJTy4au, KOTOPbIE He YKJIA[BIBAIOTCS B MOJIENTU KIIFHBI
usm mosauku (Bridle et al. 2001: 1842).

JIT00OIBITHBIN ciIy4daii ObLI OOHAPY/KEH Ha OCTPO-
Be Can-Tome, 3anannas Adpuka, rie paBHUHHBIA 1
TOPHBIN BUJBI IPO30GUIT B PaliOHe COBMECTHOTO OOH-
TaHUsA 06pasyioT 0OBIYHYIO TMOPUAHYIO 30Hy. OIHAKO
emié Bhilie ObLJIa BBISIBJIEHA APYyTast THOPUAHASA 30HA
MO3AMYHOTO THIA, HACETEHHAS TOJIHKO THOPUIHBIMU
CaMIlaM¥ U PEIKUMU OCOOSIMM OTHOTO U3 POIUTEIb-
ckux BuzoB Drosophila santomea (Llopart et al. 2005:
2605).

CuMnarpuyeckue ruGpuIHbIE 30HBI

Cymecrsyer muenue (Bigelow 1965: 455), uto
BCe THODPHUIHbIE 30HBI — CHMIIATPUYECKUE, TaK Kak
€CJIM CKPelNUBaHKe IIPOMCXOIUT, TO HTO CaMO 1o cebe
YK€ YKa3bIBa€eT Ha OIIPEIEEHHOE TPOCTPAHCTBEHHOE
mepekpbiBanue.? OMHAKO B TO BpEMsI TEPMUH Tapa-
TIATPHSI e1I[€ He TTOJIYIHII TAKOTO IIUPOKOTO TIPHMEHE-
HUS, Kak ceityac (cMm. cHocky 30). MbI k cuMnaTpu-

2 [Taunsbiii arop (Bigelow 1965: 455—456) 1oJiarasi, 4To MOHSTHS AJIJI0- U CUMIIATPUU HAJI0 IPUMEHSTH HE TOJIbKO K BUIaM,
HO ¥ K HOMYJISIIVSIM ¥ fake 0co0siM. CKpelrBanie MOXKET IPOUCXO/UTD JIMIIb MEXAY cuMIaTpudeckumu ocobsimu. Ha

HaIll B3TJIAL, 9TO — U3JIMIIHE IMUPOKaA TPaKTOBKa TIOHSITUMN.
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K/IIMHAJIbHaf

Puc. 7. Tunbl ruGpUAHBIX 30H: KJIMHAIbHAS, MO3aUdHAs ¥ ocTaTouHas (1mo: Szymura 1993: 272, ¢ usmMeHeHusAM™).

Fig. 7. Clinal, mosaic, and residual hybrid zones (from Szymura 1993: 272, with modifications).
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YeCKUM TMOPUIHBIM 30HAM OTHOCHUM CJIy4au SIBHOTO
MEPEKPHIBAHKS aPeaioB TMOPUAN3UPYIONUX BUIOB
(Puc. 3). IIpuMmepsl TakuxX 30H HEMHOTOYWCJIEHHBI,
XOTSI U3BECTHBI ¥ TAKUX PA3HBIX KUBOTHBIX, KaK Ga-
GOYKHM, KJIOMBI-BOJIOMEPKH, APO30(DUIIBI, GECXBOCThIE
aM(UOMK 1 TPHI3YHBL

Tak, apeanbl JKEITOH M OpaHXeBoH pac 6abo-
uyek Colias chrysotheme (110 GaKTy COOTBETCTBYIOT
pasHBIM BWIaM) IEPEKPBIBAIOTCS HA OTPOMHOM
tepputopuu oT Kackamueix rop Ha 3amane CIIA mo
moGepexbst ATJIAHTUYECKOTO OKEaHa HA BOCTOKE U OT
foxxHOU Kanazmbl 10 Mekcuky, 3aHUMAsT pa3jndHbIe
aKosorudeckue Humu. OHAKO B HEKOTOPBIX MECTaX
o6e packl OOMTAIOT BMECTe W 0OOPa3yIOT TUOPHUIHI,
okoso 10% (Hovanitz 1943: 44 u 50), uTo, Ha HamI
B3IVISI], YKJIA/IBIBAETCSI B MOHSITHE JIOKATM30BAHHON
CUMIIATPUIECKOM rubpuaHoit 30Hb (cM. Puc. 3, 2).
Tubpuabl MeXIy CUMIATPUYECKAMU KBaKIIaMU
Hyla cinerea v Hyla gratiosa Geiiu 0OHAPYKEHBI B
mrratax Asmabama u Ixxopmxust B CIITA (Mecham
1960: 445; Gerhardt et al. 1980: 579, Table 1). Tu-
OpUaM3aIUsa MEXIy CeBEPOAMEPUKAHCKUMHU KabaMu
Bufo americanus v Bufo fowleri BoisiBlieHa B Da3HBIX
MecTtax ux cumnarpuu ot Omopuast g0 ora Kanamsr,
HO He Be3Jie, I7le MOKHO ObLIO ObI OKMIATDH, YHUCIIO
ruGpuos mipu 5ToM Bapbupyet (Green 1984: 23 1996:
100). KnwaasbHast W3MEHYMBOCTb, B OTJIUYHME OT
Y3KUX TApanaTpUYecKuX 30H, He 0OHAPYKeHa, KaK U
ZIOCTOBEPHAsI MHTPOTPECCHS, & CYIIIECTBOBAHUE CAMOIA
rMOPUIHOM 30HBI MOYKHO OOBSICHUTH HMOHMKEHHOMN
xKusHecmocoOHocThio ropugoB (Green 1984: 39).
ITosmHee cuTyanus MeXIy STUMU BUAaMK Kab GbLia
OIMMCaHa KaK JIOKAIN30BAaHHAS CHUMIIATPUYECKAST
ruGpuaHast wiau MoszandHas 30Ha (Green and Parent
2003: 41). OmHaKO MOCTEAHNI TEPMUH B TAHHOM CJIy-
Yae BPSIL JIU COOTBETCTBYET COOCTBEHHO MO3AUYHOMY
THUITY THOPUIHOM 30HbBI, PACCMOTPEHHOMY BBIIIIE.

Jlpyrast cutyaius ObUia HaliileHa y YIIOMSIHY-
TBIX BBIIIE JIBYyX BUJOB KJIOIOB-BOJAOMEPOK pOJa
Limnoporus. VIx orpomMHast cuUMIATpU4ecKas TH-
OpuaHas 30Ha, gocruraiomas 500-600 kM, umeer
HEOOBIYHYIO TPOCTPAHCTBEHHYIO CTPYKTYPY, COUETAS
MIMPOKYIO KJIWHY M MO3aWYHOCTh B Pa3HBIX CBOUX
vactax (Sperling and Spence 1991: 1380). Illupuna
U OCOOEHHOCTM TaKOil TMOPUIHOW 30HBI, BEPOSIT-
HO, CBSI3aHBI C PaccejieHHMeM B3POCHBIX 0cobel Ha
GoJIbIIINE PACCTOSIHUSL, OTOOPOM IIPOTUB THOPUIOB, a
TaKKe BJIUSHMEM OMOTOIMYECKOTO PACIIPEleICHUS.
Pe3kuii caBur B 4acToTax NPU3HAKOB COBIIAJIAET C
PETrMOHATBHBIM 9KOTOHOM BZIOJIb BOCTOYHOTO CKJIOHA
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Ckanucthix Top. BeposiTHO, K KaTeropuu CUMImaTpu-
4eCKO r’MOPUIHON 30HBI MOKHO OTHECTH HEKOTOPHIE
C/Ty4ad MIUPOKUX MO3AWYHBIX 30H, a TaKKe «CeTdya-
TYIO 30HY», OTIUCAHHYIO Y TPUTOHOB (CM. BBIIIIE).

Ha samazne Cesepnoit AmMepuku apean Drosophila
persimilis TIOJHOCTBIO JIEKUT B 3HAYMTENBHO OoJee
mpoTskéHHOM apeane Drosophila pseudoobscura; ru-
OpuaM3aIlKs 9TUX BUAOB-IBONHNKOB OblJIa BHISIBJIEHA
o MuToxoHApuanbHbM retam (Powell 1983: 493).

JlBa 3aBe3EHHBIX BHIAa MypaBbéB Solenopsis
invicta u Solenopsis richteri IMMPOKO pacIpoCTpaHuU-
mich Ha toro-Boctoke CIIIA, o6pasoBaB GOJBIILYIO
TUOPUIHYIO 30Hy B HECKOJIBKO COTEH KHUIOMETPOB
(Goodisman et al. 1998: 1431), B KoTOpoii MO3amy-
HOCTh coderaercss ¢ KiauHaabHOCTBIO (Shoemaker
et al. 1996: 1966; Goodisman et al. 1998: 1437). C
Y4ETOM BO3MOKHOCTEN €CTECTBEHHOTO PaCCesIeHUsI
MypaBbéB MakcuMyM 1—10 KM 3a MMOKOJIEHUE TaKyIO
30HY CJIEZYET CIUTATH IMTUPOKOM.

TubpuaM3aIvs B MMPOKON 30HE TEPEKPHIBAHUS
apeaJioB B CEBEPHOM TIOJNYIIApUKM OGHAPYKEHA Y
naduwmit komruiexca Daphnia longispina (Taylor et al.
2005: 526).

ITockombKy MOJIEb, OCHOBaHHAs Ha W3Y4YEHUU
Y3KUX KIMHaIbHBIX 30H (Barton and Hewitt 1985),
He paboTaeT B Ciaydae HMIMPOKMX CHMIATPUYECKUX
30H TMOPUAN3AINY, TI€ MOKET He GBITh PacceTeHusT
ocobeii Ha GOJIBIIINE PACCTOSAHUS WU MEXKIY PasJIH-
YAIOMIUMUCSA MECTOOOUTAHUAMH, OBLIO TIPEITIOKEHO
paccMaTpuBaTh TaK¥e 30HBI KaK HeKMi HaGop MHOTHX
Y3KHUX 30H, KOTOPbIE CYIIECTBYIOT Ha YPOBHE JIOKAIb-
HBIX HOITyIsAIuii. KpoMe TOro, MOXHO pasimdaTh 1Ba
BapUaHTa IMUPOKUX 30H: peanvro ysxue (effectively
narrow), e CriocoOHOCTh BUIOB K PACCEIEHUIO BbI-
coKa, u peanvio wupokue (effectively broad) ¢ Hesna-
yureabHoN aucnepcueii (Mossakowski et al. 1990:
1789). OxHako «y30CTh» TMOPUAHON 30HBI — MOHS-
THE OTHOCUTETHHOE W MOJKET OIIEHUBATHCS KaK K Be-
JIMYKHE aPeasioB THOPUANIUPYIONINX BUIOB, TAK ¥ IO
ckopoctu paccesnerus (o). [llupuHa y3Kux 30H MeHee
500 (cm. c. 101). B atom cmbicie THOpUAHAS 30HA
Mexkay HemeraroummMu xysxkeaumamu (Mossakowski
et al. 1990: 1788), HECOMHEHHO, SIBJISETCS ITUPOKOIA.

YuuMoganabHble M OUMOAAIbHbIE THOPUIHBIE 30HbI

IIpn anamuse dbeHeTUdecKolf U3MEHYMBOCTU Kak
CBUJIETEJIHCTBA THOPUAN3AIMU ObLIM BBIIETIEHBI IBE
curyaiun. B ciaydae cgo6oonoii eubpudusauuu (6e3
OTrpaHWYEHHUH 7151 CIIy4aiiHOTO CIIaAPUBAHUS B THOPHI-
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HOIi 30HE) BCe MOIYJISIUKM OYIyT YHUMOIATbHBIMU
Ha TUCTOTPAMME, a IIPU 02PAHUYEHHOU 2UOPUOUSAUUL
(0T60p TIPOTHUB HEKOTOPBIX KATETOPHUil ITPOMEXKYTOY-
HBIX 0c00eil) KapTuHa OyneT Ou- WM TPUMOLAIbHOM
(Schueler and Rising 1976: 284). Yepes 30 ser 6b11a
TIPE/ITIOKEHA CXO/IHASI TEHETUYECKAs! KJIacCH(UKaIvst
CTPYKTYpbI TuOpuaHO# 30HBL Ilo cBoell reHeTHye-
CKOWl CTPYKTYPE, T.€. IO COCTAaBY KJIACCOB TEHOTHIIOB,
TaKue 30HbI MOTYT ObITh Pa3/ieJIEHbl Ha TPU KATETOPHU
(Harrison and Bogdanovicz 1997: 503; Jiggins and
Mallet 2000: 250; Allendorf et al. 2001: 614; Gay et
al. 2008: 2790). K yrnumooanvivim, T.e. C OMTHUM IIMKOM
B CepeIvHe, OTHOCST 30HbI, B KOTOPHIX MPe0bIaaloT
rubpuasl  («ruOpugHbIE CKOILIEHWS»). B 6umo-
danvhvix 30HaX (C ABYMsI IIMKAMK) SIBHO BBIPAKEHBI
IJIaBHBIM 00pa3oM /iBa KJIacCa T€HOTHUIIOB, HATIOMHU-
HaIOIe POAUTEIbCKUe BUbL HakoHell, B TpeTbei,
npomeskyTouHoit naockoti (flat) kareropum xmaccer
TUOPUIIHBIX U POAUTENbCKUX TEHOTHIIOB TIPEICTABIIE-
HBI IpUMepHO onuHaKoBo (Puc. 8).

YHUMOa/IbHOE paclpefie/ieHe TeHOTUIIOB B
ruOpuaHOil 30He ObLIO HaiimeHo y xab B Kanaze
(Green 1983: 39), sxepasinok B Ioabmre (Yanchukov
et al. 2006: 597), trputoHoB B ABcTpuu (Maletzky et
al. 2008: 12), 6a6ouek-maxaonos B Kauaze (Sperling
1990: 1791), 6a6ouex poxma Lycaeides B CKaanucThIx
ropax (Gompert et al. 2010: 3185), BeposiTHO, y TIpe-
CHOBOJIHBIX uepernax pona Pseudemys (cm. Crenshaw
1965, Table 2). Crporo GumomanbHasi CTPYKTypa
BhIpaXkeHa y cBepukoB poma Gryllus B CeepHoii
Amepuke (Harrison and Bogdanovicz 1997: 503;
Ross and Harrison 2002: 2309); 6GaGouek poza
Heliconius B dxBazope (Jiggins et al. 1997: 499, Fig.
3). bumMoaIbHO MOXKHO CYUTATH CUTYAITHIO B 30HE
CUMITATPHUYECKON TUOPUAU3AINN MEXIY MUIUSIMU
Muytilus edulis u Mytilus galloprovincialis B JleBore u
KopHyaiiie Ha 1oro-3anage AHIJINY, T TUOPUIBI CO-
craBasan 5.4% u 2.1% coorsercrBenso (Skibinski et
al. 1978: 363), a TaksKe Ha aTJIAHTHYECKOM II0OEPEKDE
foro-3amaga Esporsr (Bierne et al. 2003: 454 u 456,
Fig. 5). Cxomubrit ciy4aii HalileH MeXIy TPUTOHAMHI
Triturus cristatus u Triturus marmoratus Bo O paHimu
pUMepHO ¢ 4% trbpuaos (Arntzen et al. 2009: 1191,

111

Table 3). Yskue rubpugHble 30HbI MEKLY <XPOMO-
COMHBIMHU BHIAMU» TTAJIECTHHCKOTO CJIETIBINIA, Spalax
ehrenbergi MaioT TIIOCKYIO WM YHUMOAAIBHYIO Kap-
tury (Nevo and Bar-El 1977, Table 1). NzBecTHb
Takke u apyrue npumepbl (cM. Jiggins and Mallet
2000: 251-253).

ITomo6HBIE CUTYAIIMY MOTYT GBITH TOJYYEHBI U IO
(heHOTUTINYECKUM TIPU3HAKAM, HAIPUMep, 10 OKpa-
CKe VUTU TIPOTOPITASIM TN, B TOM YHCJIE C TIOMOIITHIO
TaK Ha3bBIBAEMOTO TMOPUIHOTO MHEKCA (HATIPHMED,
Hovanitz 1943: 49; Schueler and Rising 1976: 284;
Johnson and Johnson 1985: 8).% Onnako B Takux
CIy4asix BO3HMKAET IPobjeMa aleKBaTHON HAEHTH-
dbukamuu Kaxaoi ocodbu (cm. nmpumedanue 9). Tax,
aHaJIM3 TeHETUYECKH OMPEIeIEHHOr0 MaTepualia 1o
kBakmam Hyla cinerea v Hyla gratiosa, Xopo1io pas-
JIMYMMBIM BHEIIHE, TIOKA3aJ, YTO Ha OCHOBE TOJIBKO
Mopdosoruueckux npusHakoB 50—56% 6eKKpOCCcoB
u 17% F, He ormmumTsh OT poxmTerteit, a 27% Gekkpoc-
coB or F, (Lamb and Avise 1987: 162). Ilomaraior
TaKXKe, YTO WCMOJb30BaHUE THOPHUIHOTO WHIEKCA
TMPUBOAUT K 3HAYUTEIBHON MOTEpe WH(POPMAIMK
(Jiggins and Mallet 2000: 251).

PaccmaTprBaeMble KaTETOPUU 30H HE SIBJISIIOTCS
3aCTHIBIIMMU, U MEXIY HUMH B IIPUPOJE BCTpeya-
10TCSI Pa3IMYHbIE TPOMEKYTOYHBIE BADUAHTHI JIaXkKe
B TIpefiesiaX OMHOM ¥ TO¥ JKe Tapbl THOPUAUZUPYIO-
KX BUIOB, 4TO OBLIO 0GHAPYKEHO Y PHIO, MATYIIEK,
cBepukoB u 6abouek (Harrison and Bogdanovicz
1997: 503). Tak, mepexoz OT IJIOCKOTO K OMMOZaIb-
HOMY PAaCIpeeseHui0 OTMEYEH y CBEPYKOB DOJIA
Allonemobius 8 CIITA (Howard and Waring 1991:
1125). OH TakXe, BEPOSITHO, CYIIECTBYET B 30HE
rubpunusanvu kBakin Hyla cinerea u Hyla gratiosa
(Anabama, CIITA), tme ruOpUABI PA3TMYHBIX KJIac-
coB B cymme coctaBisiim 46.5% (Lamb and Avise
1986: 2527). Y KepJSHOK HAILIA HEPEXOIBI OT
YHUMOJAJIBHOTO BapHaHTa K IJIOCKOMY B XOpBaTUM
u K 6umonanbHoMy Ha Ykpaune (Yanchukov et al.
2006: 597).

ITo cocTaBy KJIaCCOB F€HOTHUIIOB THOPHIIHBIE 30HBI
TaK)Ke MOTYT BeChbMa pasiuyarbesi. Tak, Hampumep,
cpenu tubpuaoB Mexay kBakuamu Hyla cinerea n

SEcau ouH 13 [BYX KJIACCOB GEKKPOCCOB OYET OTCYTCTBOBATH, HAIPUMED, B CJIyYae OJHOHATIPABIEHHON (aCMMMETPIY-
HOI ) HHTPOIPECCUM T€HOB (CM. HIKE), TO CTPYKTypa ruOpUIHON 30HbI POPMAJIBHO TOKe Oy IeT BhIIAAETh YHUMOIAIbHOIL.
OnHAKO 0YEBU/HO, YTO TAKAS YHUMOIATIBHOCTD OTJIMYAETCS OT 0OCYKIAEMOI, ¥ TO3TOMY JIydlile U30eraTh OT TPUMEHEHFSI

9TOI'0 TEPMHUHA K HOZ[O6HbIM CUTYyalusAM.

“TuGpuAHBII HHIEKC IPU3HAKOB BIIEPBBIE ObLI UCIIOIb30BAH aMePUKaHCKUM GoTaHuKoM darapom AugepcoHoM (Anderson

1936: 505).
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Puc. 8. Yuumopansuast (A), wiockast (B) u 6umoznanshast (B) rubpuitbie 30HbL.
Fig. 8. Unimodal, bimodal (A), and flat (B) and hybrid (B) zones.

Hyla gratiosa na F, npumocs 6.5%, Ha GeKKpOCCHI
19.0 u 17.4% cooTBeTCTBEHHO, a Ha 6oJiee MTO3THUE
nokosierust 3.6% (Lamb and Avise 1986: 2527, Table
1). B ruGpuzaHnoii 30ue Mexxy 6aboukamu Heliconius
erato u Heliconius himera ThOPUABI COCTABJISAIN
10% Bcex ocobeii, U3 HUX OKOJIO MOJIOBUHEI Obimn F,
(Jiggins and Mallet 2000: 251). B ocrtaTouHoii ru-
OpUIHON 30HE MEKLY TpUTOHaMU Triturus cristatus u
Triturus dobrogicus B 3akapnaTbe YKpauHBI OCHOBHASI
10J1s1 cpezii THOPU/IOB IIPHUIILIACh Ha 6eKKpocchl B, u
Bz, ruOpUIBI F2 6BLIY HaliZIeHbl TOJIBKO B JBYX IIOILy-
nanuax, a F, uckmountensuo peaku (JIutBunuyk n
Bopxkun 2009: 159). [ToMuMo CI0KHOCTEN C MIEHTH-
(ukanuei TeHOTHOB,* Ha X COCTaB U PACIIPeee-
HUE MOTYT BJIUSITh 9HJIOTEHHBIN U 9K30T€HHBIN (Cpe-
IIOBOI1) 0T6OP, a TAKIKE ACCOPTATHBHOE CKPEIHBAHUE,
KOTOpbI€E CIIOCOGHBI YMEHBITIATD 001l TEHETHIECKOE
pasHooGpasue B rubpuaHbix momyasanuax (Rieseberg
and Linder 1999: 367).

[TpeamosaraioT, YTO YHUMOZAJIBHOE pacIpese-
JIeHVie TEHOTUITMYECKUX KJIACCOB B THOPHIHON 30HE
yKa3bIBaeT Ha MPEUMYIIECTBO THOPUIOB B IPOMEXKY-
TOYHOH 30He MEKTY POAUTEISIMU U, COOTBETCTBEHHO,
ot6op B ux mosb3y (Green 1983: 39). BumoganbHyio
CTPYKTYPY, KOTOPYIO CUUTAIOT TUIWYHOW MJSI TH-
6punnbix 30H (Harrison and Bogdanovicz 1997: 503),
CBSI3BIBAIOT C CUJIBHBIM OTGOPOM NPOTHB TMOPUIOB
MIEPBOTO TIOKOJIEHUST ¥/WJIU C aCCOPTATUBHBIM CKpe-
muBarneM. Jlaxke pu Cry9allHOM CIAPUBAHUHM MO-

JKeT TIPOMCXOIUTH AaCCOPTATUBHOE OTLIIONOTBOPEHUE
(pacrosHaBaHue raMeT), KaK 5TO ObLIO BBISCHEHO Y
cBepukoB poga Allonemobius. B ciydyae Mo3an4HBIX
30H aCCOPTATUBHOE CKPENMBAHNE MOKET PA3BUBATH-
cs B KauecTBe MOGOYHOTO a(pdeKTa MPUBSI3aHHOCTH
rUGPUANUPYIONIMX BUIOB K Pa3HBIM MECTOOOUTAHK-
SIM, TaJKe €CJIU BHYTPU KayKI0TO U3 9TUX MECTOOOUTa-
HUii criapuBaHus OYAyT MUMETh CAyJaiiHBIA XapaKTep.
I10T 9(pdekT OymeT HE TOJHKO YMEHBINATh MOTOK
TE€HOB MEXAY MHNOIIyJAIUAMU U TIOHUXKATh YyPOBEHDb
PEKOMOMHAIMM, HO U CIOCOOCTBOBAThH afalTalud K
pasubiM Humiam (MacCallum et al. 1998: 228). Ox-
HaKO, COIJIACHO HeKOTOphIM MozensM (TpaboBckuii
1995: 307), moBkIIIEHNE ACCOPTATUBHOCTH CIIAPHBA-
HUST HUKAaK HE MOXET CJIYKUTh MEXaHM3MOM DETpo-
NYKTUBHOM W30JISAIUK, KAK 9TO MPEACTABISETCA B
KJIACCUYIECKUX paboTax.

Takxum 06pa3oM, GUMOAAIBHOCTD 30HbI BO MHOTOM
06yCJI0B/IeHa CUJIBHON TPE3UTOTUYECKON M30JISIH-
eit. [TocTauroruueckue Gapbepbl CXOAHBI KaK B YHHU-,
Tak U GuMoanbHbIX 30HaX (Jiggins and Mallet 2000:
252). Passurue GUMOIAJIBHON CTPYKTYPHI CBSI3aHO
C AW3PYNTUBHBIM OTOGOPOM, IO KpaliHel Mepe, Mo
(bEeHOTUIIMYECKUM IPU3HAKAM, KOTOPBII MOXKET OBITh
nBosikuM (Gay et al. 2008: 2802). Cuwmraercs, 4to
SK30TEHHBIA OTOOP, KOIIa IPUCIOCOOJEHHOCTD 3a-
BUCHT OT YCJIOBUN OGUTAHMSI, B COYETAHUH C ACCOPTa-
THUBHBIM CKDENIMBAHUEM SIBJISIETCS TJIABHBIM (DaKTO-
POM, 00€eCIIeYnBaOIINIM CTAOUIBHOCTh OMMOIAIBHOM

SHIx ompenesneHre MOXeT ObITh 3aTPYAHUTENBHO JasKe TIPU UCTIOIb30BAHMN TEHETHYECKUX MAapKEPOB. MaTeMaTHIecKu 1mo-
Ka3aHo, 4TO /7151 OTrPaHUYEeHHA ePBLIX ABYX nokoenuii (F,, B, ) u otganennsix 6exkpocccos (B, ) OT YHCTBIX POAUTEICKIX
ocobelt COOTBETCTBEHHO TpeGyeTcs 0T HecKoAbKuX 110 70 HezaBucuMbix oKycos (Boecklen and Howard 1997: 2615).
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30HBI, TOIZ]a KaK SHIOTE€HHBIA OTGOD, CBS3aHHBIA C
HECOBMECTUMOCTBIO T€HOMOB, BO MHOTHX CJIy4asix
UTPAET MEHBIITYIO POJIb.

C aK30TeHHBIM 0TOOPOM CBSI3aHa GUOTOMUYECKAST
af[anTaIys, a SHAOTEHHBI 0T6OP MOKeT OBITh 00-
YCJIOBJIEH aJIJIONIATPUYECKON pPeOopTraHu3aIuend re-
HOMOB, 3(p(PeKTOM OCHOBATEJS WM TIIEHOTPOITHBIM
a(pdeKTOM, 3aBUCUMBIM OT AJANTUBHON HBOJIIOIUN
npyrux mpusHakoB (Jiggins and Mallet 2000: 254).
JI1o60mBITHO, YTO 06a ThIa 0TOGOPa MAI0T HepasJIu-
yrMble (OPMBI KJIMHAJIBHONW TMOPUIHOM 30HBI KaK
B OJIHO-, TAK ¥ B MHOTOJIOKycHBIX Mozessx (Kruuk
et al. 1999a: 1968). OmHako, 10 CIpaBENIUBOMY
sameuannio (Futuyma and Shapiro 1995: 225), ne-
KOTOpBIE TMOPUIHBIE 30HBI MOTYT IIOJIEPKUBATHCS
KOMOWHAIMEN DK30- W SHIOTEHHOTO 0TOOPA, KaK, Ha-
MPUMEP, B CJTydYae C MO3aMYHOM 30HOM CBEPYKOB POa
Gryllus. O6e popmbl 0T60pa paboOTAOT U B TUOPUII-
HOU 30HE EBPOMEHCKUX SKEPJSTHOK, TZe IOKa3aHa
amanTtanusi 000X BUIOB K PA3HBIM YCIOBUSIM CPEbI
¥ OJTHOBPEMEHHO THOpUAHAsA AuchHYHKIH. [ToaTOMY
MIPUITUCHIBATH UCKIIOYUTEIBHYIO POJIb TOJBKO 9K30-
WM TOJIBKO SHIOTEHHOMY OTOOPY OBLIO OBl SIBHBIM
ynpomenreM (Kruuk et al. 1999a: 1968).

YHUMOIAIBHOCTh 30HBI, T.€. OOJBINOE KOJIMYe-
CTBO TUOPU/IOB, CBSI3BIBAIOT C HEJABHUM BTOPUYHBIM
KOHTAKTOM BHJIOB, 32 KOTOPBIM CJIELYET UX OBICTPOE
mepeMeITnBatie U 06pa3oBaHue eUHON TTAHMUKTH-
YECKOM TOMYJISINU WA «TUOPUAHOTO CKOILIEHUS>
(Gyllenstein et al. 1985: 911; Echelle and Connor
1989: 725; Harrison and Bogdanovicz 1997: 503).
JII0GONBITHbIE CBEAEHUS] ObLIM MOJYYEHBI TIPU W3-
yYeHHUU THOPUIHOM 30HBI MEXKIY CEPOIi 1 YEPHOI BO-
poramu B Cubupu (Baunos u Kpiokos 1992: 1085).
Cyns mo mone sBHBIX rubpumoB (33%) B LeHTpe
30HBI, B IIEJIOM 3TOT YYaCTOK MOJKET OTHOCHUTHCS K
«IUJIOCKO#» KaTeropuu 30H, MEPEXOASIed K OHMMO-
MAJbHOCTU K KPasiM 30HBL. JTO MOATBEPKAAETCS W
OGHapy’KEHWEM aCCOPTAaTHBHOCTH CKPENIUBAHYSI,
0OHapy KeHHOH B 1ieHTpe 30HBI (c. 1086).

IMosaratot, 9TO TIEPEXO]] OCYIIECTBIISIETCS OT YHU-
MOJIaJIbHOM 30HBI Yepe3 ILIOCKYI0 K OMMOIAIBHOIA,
pasBUTHE KOTOPOI MOKET 03HAYATH YCUJIEHUE MeXa-
HU3MOB PEMPOAYKTUBHOMN U30JAIMY MEXKITY BUIAMU
(Jiggins and Mallet 2000: 254). OxgHako, Ha HaIl
B3IUIsANT, GUMOJIATIBHOE PacIipeieSieHIe MOXKET OBITh 1
TIEPBUYHBIM B TEX CJIYYAsX, KOT/IA B 30HE BTOPUYHOTO
KOHTAaKTa BCTPEYAIOTCs OBIBINUE aJIONAaTPUYECKUe
BHUJIBI C YK€ PA3BUTHIMHE, HO HETIOJIHOCTHIO, U30JIUPY-
oMy MexaHuaMmamu., Ciydaiinas Tubpuansanus
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MEX/y BUIAMU JACT CTPOTYIO OMMOIATBHYIO KapTH-
HY C HEGOJIBIION 0N TIPOMEKYTOUHBIX THOPHUIOB.
Onnaxko panpHeliliee pa3MbIBaHIE 9TUX MEXaHU3MOB
U ycuJieHWe THOPUIM3AINKN MOYKET TIPUBECTH Yepes3
IIJIOCKYI0O 30HY K BO3HUKHOBEHWIO YHUMOIAQJIBHOM
TUOPUIHOMN 30HBI.

B mosib3y BBICKAa3aHHOTO HAMU MHEHUS MOXET
CBUZIETEJILCTBOBATh ¥  HEBBIPAKEHHOCTh  CBSI3U
MeXKIy KaTeropueil 30HBI U YPOBHEM TeHETUYECKOU
nuBeprenyu (D) Mexay Bugamu. Tak, yHUMOAAIIb-
Hast TUGPUHAS 30HA U3BECTHA B TOM YHUCJIE M Y TIap
BHJIOB C BBICOKMM 3HayeHueM D, 1 3aMeTHBHIMU
PasIMYKMSAMU 10 Pa3HbIM TIPU3HAKAM, a OMMOJAIb-
Has — ¢ HeGOMbIINM 3HayeHueM D, . ¥ He3HAUUTeIb-
HBIMK MOpdoJIoTHIecKuMU oTardusiMu (Jiggins and
Mallet 2000: 253). Botee Toro, y xepisiiok Bombina
bombina w Bombina variegata co cpegaum D, . =
0.37-0.59 Ha pasHBIX y4acTKaX THOPUIHOU 3OHBI
MOXKHO BCTPETUTH BCE TPU KATETOPUU: YHU-, IIJIOCKYIO
u 6umoganbHyio (cM. Szymura 1993: 280, 283 u 285;
Yanchukov et al. 2006: 597).

BunarepaibHasi 1 acHMMeTPHYHASI HHTPOTPeccus

PaccMOTpEHHYIO BhINIE yYHH- U OMMOZAIbHYIO
CTPYKTYpPy THUOPHMIHBIX 30H HE CIENyeT IyTaTh C
IByMs BapMaHTaMH HMHTPOTPECCHU TE€HOB, KOTOPHIE
K HACTOSIIIIEMY BPEMEHHU YK€ HEIJIOXO u3ydyeHsl. Vic-
M0JIb30BaHUE MOJIEKYJISIPHBIX MapKepOB TOKA3aJIo,
4TO WMHTPOTPECCHBHAS TMOPUIM3AIAS MOXKET OCY-
IIECTBIATHCA KaK B CTOPOHY OGOUX POAUTENBCKUX
BUJIOB, YTO TIONYYMJIO HasBaHUE OBYHANDAGLEHHOU
(bidirectional), 6uramepanvroii v cummempuunoii
MHTPOTPECCUM, TaK M TOJHKO OLHOTO M3 HUX, T.E.
6bITh acummempuunoii. Cyzis 110 IuTepaType, CHMMe-
TPUYHAs UHTPOTPECCHUST BCTPEUYAETCS PEKe, XOTS OHA
OIMCaHA y Pa3HbIX KUBOTHBIX, HAIIPUMEP, Y Mapasu-
tuueckux vepseit (Huyse et al. 2009: 4), npozodu
(Powell 1983: 494), pei6 (Smith 1992, Table 1; Esa
et al. 2000: 335; Shaddick et al. 2011: 1223), TpuTo-
noB (Maletzky et al. 2008: 12) u MJIEKOIUTAIOMIMX
(Chavez et al. 2011: 3359).

AcyMMeTprYHAS MHTPOIPECCUS IIPOUCXOANT, MO~
BHIMOMY, Yallle ¥ 3aPETUCTPUPOBAHA Y PA3IMIHbIX
BOJHBIX U Ha3eMHbIX XUBOTHBIX (Green 1983: 36,
1996: 99; Spence 1990: 1779; Smith 1992, Table 1;
Collins et al. 1993: 86; Schwenk 1993: 1293; Garcia
and Davis 1994: 385; Rawson and Hilbish 1998: 106;
Brumfield et al. 2001: 2082; Evans et al. 2001: 1696;
Rohwer et al. 2001: 413; Redenbach and Taylor 2002:
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1030; Bierne et al. 2003: 457; Green and Parent 2003:
40; Harpert and Hart 2007: 381; Metcalf et al. 2008:
153; Cabria et al. 2011: 1187).

B 30He cuMIaTpuu MOPCKUX OKyHel Sebastes
fasciatus n Sebastes mentella 6pina ob6HapysKeHA
WHTPOTPECCHsI TEHOB B OOOWX HAMPABJIEHWSX, Of-
HAaKO KOJMYECTBEHHO Mpeobafana WHOUIBTPAIUS
TeHOB OT mepBoro Buaa Ko Bropomy (Roques et
al. 2001: 161). Takas xe curyanusi oOHapy’KeHa
y 6abouek poma Pontia (Porter et al. 1997: 1569).
Cpemn  MapBUHOBCKAX BBIOPKOB  MHTPOTPECCHS
MUKPOCATEJTUTHBIX T€HOB OT Geospiza fortis B TeHOM
Geospiza scandens 6bl1a B Tpy pasa OOJIbIIE, YEM B
obparunom Hampasienun (Grant et al. 2004: 1595).
Y moJIeBBIX CBEPYKOB WHTPOTPECCHUS SIAEPHBIX TEHOB
msa B 00OMX HANMpPaBIEHWAX, TOTAA KaK MEPEHOC
muToxouapuaibHoii JHK 6blI acMMMETpUYHBIM:
ot Gryllus pennsylvanicus x Gryllus firmus (Harrison
and Bogdanowicz 1997: 501-502; Ross and Harrison
2002: 2309). Biuskasa curyanus Obia oOHApYKeHA
B 30He THOPHU/IM3AINY IBYX BUIOB MaKaK Ha OCTPOBE
Cynasecu (Evans et al. 2001: 1698).

AcvMMeTpUYHAS WHTPOTPECCUST Yepe3 THOPUI-
HYI0 30HY OTpaXkaeT aCMMMETPHMIO IOTOKa TEHOB
MEXy TIOMYJISTIUSIMU POTUTENHCKUX BUIOB, KOTOPAS
B CBOIO OY€PE/lb 3aBUCUT OT aCUMMETPUU HapbepoB,
MO3BOJISAIONINX TeHaM GOJIbIlle PACIPOCTPAHSATHCS
B OJIHOM HAIPaBJIEHUH, HEXETU B ApyroM. Tak, Ha-
mpuMep, 6apbep AJIs1 UHTPOTPECCUU TEHOB B CTOPOHY
KpacHOOpIoxoii  xepisuku (Bombina bombina)
3aMETHO CHUJIbHEE, YeM B CTOPOHY [PYrOrO BHWIA,
Bombina variegata, npu4éM IS PasHBIX OENTKOBBIX
JIOKycoB OH pasimden (Szymura and Barton 1991,
Table 4). TeopeTnyecku acUMMETPHUSI MOKET OBITh
00ycCIOBJIeHa pasMYMsIMKA B IIPUCIOCOOJEHHOCTH,
CTPYKType TIOMyYJISINU WX CABUTOM KJnHbI (Barton
and Hewitt 1985: 120). Crenesp acCUMMETPUYHOCTH
MOKET BapbUPOBaTh TeOrpapUUecKu, Aaxke MeHss
CBO€ HalpaBjieHWe Ha IPOTHUBOIMOJIOXKHOE. Tak, B
TEKYIIMX HA BOCTOK PEKAaX MEPEHOC MUTOXOHIPH-
amproit JIHK cpenu xapmoBbix pei6 mién ot Luxilus
(pauee Notropis) chrysocephalus x Luxilus cornutus, a
B PeKax, TeKyIIMX Ha 3amaj, Haobopot (Dowling et al.
1989: 630, 1997: 1581).

AcvMMeTpUYHAS WHTPOTPECCHST MOYKET OOBSIC-
HATHCA Pa3IMYHBIMU TPUYMHAMU: aCUMMETPUYHBIM
or6opoM (pasHasi BBIKUBAEMOCTb TMOPUIOB OT pas-
HBIX HalpaBJeHWH cKpelmuBaHuii — Arntzen et al.
2009: 1198), pasHoii unucaentocTbio BuaoB (Dowling
et al. 1989: 630; Perry et al. 2001b: 1160), mosenenu-
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em (Lamb and Avise 1986: 2529; Spence 1990: 1779;
Evans et al. 2001: 1696; McDonald et al. 2001: 1448;
Perry et al. 2001b: 1160; Redenbach and Taylor 2002:
1030; Metcalf et al. 2008: 153), ocobeHHOCTSIMM UCTO-
puyeckoro paccesenus Bunos (Dowling and Hoeh
1991: 952, 1997: 1581). Hampumep, acummeTpudHast
WHTPOTPECCUs Y IBYX BUIOB CBEPYKOB B THOPUIHOM
30HE COBIAJa C AaCUMMETPHUEN pe3yabTaToB Jabopa-
TOPHBIX CKPEIIMBAHUN 9THX BUAOB, KOTAA CKPEIH-
Baune 9 Gryllus pennsylvanicus X 3 Gryllus firmus
NaBaJIo XKU3HECTIOCOOHOE M (PEPTUIBHOE TIOTOMCTBO,
a perunpoknoe Her (Harrison and Rand 1989: 118;
Rand and Harrison 1989: 447). OHna Tax:xe cBsI3aHa C
ACUMMETPUYHOUM CUCTeMOli CIapMBaHUSI Y KPEBETOK
(Garcia and Davis 1994: 386), ceBepoaMepHKaHCKUX
6ypyHaykos (Good et al. 2003: 1910), mexmy eBpo-
neiicKoit HOpKo# u JiecHbIM XopbKoM (Cabria et al.
2011: 1186). OxHako M3BECTHBI CIyYau, KOTa CKpe-
MMUABAHUS MEXIY BUAAMU TPOUCXOISAT B 000MX Ha-
MIPABJIEHUSIX, HO MHTPOTPECCHSI TEHOB aCHMMETPUYHA
(Vollmer and Palumbi 2002: 2024). Jlo60onbITHBIIT
(dakr ObLT OOHAPYKEH IPU IAaPa3UTOJOTUYECKOM
06cJeI0BaHUY TUOPUIHON 30HBI MEXKIY KapPIIOBBIMU
pbibamu Ha tore @panmuu. OKa3anoch, YTO BCTpe-
4aeMOCTh TEJIbMUHTOB COBIIAa€T C HAMPABICHUEM
aCMMMETPUYHON MHTporpeccun y atux poi6 (Moulia
1999: 394).

Hepenko cymiecTByeT ompeeiéHHas pasHUIA
B DPE3YJIbTaTaX, TMOJYYEHHBIX C TMOMOIIBIO SITEPHBIX
u muToxoHapuanbheix TenoB (Ferris et al. 1983:
2293; Dowling et al. 1989: 629; Shaw 2002: 16127;
Gompert et al. 2008: 5240). Hanpumep, B 30He CUM-
[aTPUK BUAOB-ABOMHUKOB Drosophila pseudoobscura
u Drosophila persimilis cymecTByeT HHTPOIPECCHS
MUTOXOH/IPUAIBHBIX TEHOB, HO He sxepHbix (Powell
1983: 494). Takasa xe curyauus oOHapyKeHa y 3a-
tines Ha Ilupeneiickom moayoctpoBe (Alves et al.
2008: 2834). 310 00YCIOBIEHO TEM, YTO MUTOXOH-
npuanbHas [IHK 3HaunTepHO JTeTde epeaércs de-
P€e3 BUIOBbIE TPAHMILBI OJIAr0apsi CBOEMY MaTEPUH-
CKOMY HACJIEZIOBAHUIO ¥ OTCYTCTBUIO PEKOMOMHAIIN.
WHTpOTrpeccust siiepHbIX TEHOB MOYKET MTPUBOAUTD K
6oJiee CypOBBIM TIOCJEACTBUSIM, MOCKOJIBKY UYKHE
KOIMPYIOIINE TeHbI MOTYT TIPSIMO BJIUSITH HA MOP(]O-
JIOTUYECKHE U HKOJIOTHYECKIE OCOGEHHOCTH 0COOeH,
1, COOTBETCTBEHHO, 0TOOD OYZET CTPOTO AEHCTBOBATH
IPOTHB HUX B GeKKpoccax. Tem He MeHee 6L 0OHA-
PYKEHBI CTyYau WHTPOTPECCUU SIAEPHBIX T€HOB TIPU
oTcyTcTBUY (MM HE3HAYNTETHHOCTH ) UHTPOTPECCUU
mt/IHK (Di Candia and Routman 2007: 573).
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JI1060NBITHASL CUCTeMa JBOWHOTO HACJENOBAHUSI
MT/ITHK Obuia obHapyskeHa y CHETOOHBIX MUIHIA
(Riginos et al. 2004: 2438). BbISICHUIOCH, YTO y HUX
€CTh [IBA MUTOTHUIIA, KOTOPBIE HACJEIYIOTCS TI0 MaTe-
PUHCKOM WU OTIOBCKOH JjuHunu. CaMKu comepxar
toibko camounuii Tun (F-mtDNA), a camimbl Kak
aTOT, Tak U camioBblil TN (M-mtDNA). B Hekoro-
PBIX THOPUIHBIX 30HAX TPOUCXOAUT ACUMMETPUYHAS
untporpeccuss F-mtDNA Muytilus edulis 8 Mytilus
galloprovincialis u Mytilus trossulus, Ho acuMMeTpuy-
Hoii mHTporpeccurn M-mtDNA He Habiomaercs, a
TIPU CKPENMBAHUU TEPBBHIX AByX BuA0B M-mtDNA
ot Mytilus edulis mucTIpONIOPIMOHATIBHO STUMUAHKPY-
ercsa (Riginos et al. 2004: 2448—2449).

TepMUHATBHBIM TIPOSIBJIEHUEM ACMMETPUYHOIM
WHTPOTPECCUU CJIEYET CYMTATh TaK HA3BIBAEMYIO
noziomumenviyt0 TUOPUAN3AINIO, KOTAAa MUTO-
XOH/[PDUAJIBHBIN TE€HOM OJHOTO BH/A IIOJHOCTBHIO
3aMEIAETCS TEHOMOM [[PYTOTO, TIPU 3TOM MEPBbIi
BUJl COXPaHSET CBOIO MAEHTUYHOCTb IO BHEIIHUM
U SiIEPHBIM Tpu3HaKaM. Takue ciaydau buKCAIu
gyxoit MT/IHK wusBectast cpeau pei6 (Dowling
and Hoeh 1991: 954; Dowling and DeMarais 1993:
444; Wilson and Bernatchez 1998: 130; Gerber et
al. 2001: 2032), Tpuronos (Babik et al. 2005), nTuir
(Gill 1997: 523; Py6uos 2010: 267 u 269) u mie-
konuratomux (Ferris et al. 1983: 2292). O6sruno
OHH OOBACHAIOTCA NHTEHCUBHONM MHTPOTPECCUBHOM
rUOpUIM3alueil WIN WCTOPUYECKUMU OCOOEHHO-
CTSIMU PacCeJIeHUs BUA0B HEOOIbIIUMHY MOy JISAIH-
SIMM CMEIIaHHOTO Tpoucxoxaenus. [IpemsmoxeHsr
lBa MexaHu3Ma 3aumMcTBOBaHUsA uyxoil MTJHK
(Py6moB 2010: 267). IIpu Tak Ha3bIBAEMOM Mu-
moxoHOpuansHom  (CereKmusHom)  NoOMemanuu
OTIpeZIeIEHHBIE  MUTOXOH/PUAJBHBIN  TalJIOTHII,
o6sagast CeJEeKTMBHBIM IPEMMYLIECTBOM, OBICTPO
PacIpoCTpaHsIEeTCS 110 apeasy CBOEro BUA U Yepes
rMOPUAM3ALMIO BHEAPSAETCA B OIM3KOPOACTBEHHBIHA
Bun. B ciyuae sxcnancuu nepedosozo kpas dyxas
M1T/IHK uepes rubpuansaiuio ¢ ApyruM BUAOM T10-
maaeT mocye GHICTPOTO PACITUPEHUSI €TO apeana B
nepudepruuecKue TOMO3UTOTH3NPOBAHHBIE pa3pe-
JKEHHbBIE MOTYJISINH.
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Ciemyer, 0JIHAaKO, OTMETHTD, YTO MMOPUAU3AIIMS
BUJIOB He BCETJa COIPOBOKIAETCS MHTPOTPeCCHei
TeHOB B DOJUTEIbCKHUE TOMYJISAIUU 32 TpPeAeIaMu
rubpuaHoi 30HbI (Hampumep, Patton 1973: 580; Sage
and Selander 1980: 1081).

Mexanuambl ¢opMUpOBaHHS
U TIOZIEP>KaHUsl THOPH/THOM 30HBI

JloJiroe BpeMsi CYUTATIOCH, YTO THOPHIHBIE 30HBI
BeCbMa HEJIOJTOBEYHbI, 3(heMepHb W HeU30eXKHO
MOJKHBI 3aKOHUYMTHCS WM CIUSHUEM THOPUIW3M-
PYIOIIMX BU/IOB, UM YCOBEPIIEHCTBOBAHUEM DPEIIPO-
QYKTUBHOM M3OJISIIUM MEXAy HUMU. Takoil B3TIIS
MOJyYnus Ha3BaHUE TUIOTE3bI 3dPeMepHol 30HbL,
ephemeral-zone hypothesis (Moore 1977: 263). Ox-
Hako yxe J. Matip (1968: 304) npusnai, 4to «<...>
CYIIIECTBYET ellle ¥ TPEThsI ajibTepHaTuBay. /lelicTBu-
TEJIHO, OTPOMHOE YHCJI0 (haKTOB MMOKA3BIBAET, UTO
rUGPUIHBIE 30HBI MOTYT OBITH BEChMa CTAOUIBHBIMU
¥ CyIIEeCTBOBATh JJIUTEJIbHOE BpeMsi. BO3HUKHO-
BeHMe MHOruX u3 HuX (mo 37%), HO-BHIUMOMY,
CBSI3aHO C COOBITHUSIMU TIOCJIETIEHUKOBOTO TEPUOJIA
(Remington 1968: 329; Barton and Hewitt 1985:
133; Hewitt 1989: 91, 1999: 105), xorst ecTh u
6osee Momozpie, mopsaka 50—200 ner (Hauffle and
Searle 1994: 1388; Patton 1973: 581; Hafner et al.
1998: 278) u BBI3BaHHBIE NEATETHHOCTHIO YEJIOBE-
ka (Hewitt 1989, Table 4). Tak, rubpuaHas 30Ha
MEKIY JKepJIsTHKaMu 0KoJio KpakoBa, mo-BHINMOMY,
cymectByer nopsimka 2300—-3000 mokosieHui, T.e.
okoso 8000-9000 ser (Szymura and Barton 1986:
1146), mexnmy skxabamu Bufo americanus w Bufo
hemiophrys 8 ManuTob6e, Kanana oxoso 8000 ser Ha
npotspkerun 4000 mokosnenuii (Green 1983: 38), y
6a6ouek Heliconius melpomene B Cypuname 2000 1o-
xonenuii (Turner 1971: 480)*". K mocyeneHUKOBBIM
COOBITHSAM OTHOCAT W (OPMUPOBAHUE TMOPHUAHON
30HBI MEXIy Cepoil M 4EpHOU BopoHamu B EBporie
(Maiip 1968: 298). Bo3pact y3Koii mapamnaTpudecKoii
ruGPUIHON 30HBI MEXAy simiepuriamu  Sceloporus
undulatus n Sceloporus woodi Bo Dnopune orenu-

“VIMerornasicst TeHAEHIUS KOCBEHHO OIIEHUBATH BO3PACT IUGPUAHON 30HBI COOBITUSAMMU JIEAHUKOBOTO EPUOJIA MHOT/A TIPU
mpoBepke bakTaMu 1aét oceuky. Tak, y3xast ruGpuHas 30Ha Mex Iy AByMs noaBugamu rodepa Thomomys bottae B ponuue
Puo-Ipanze B Hpio-Mekcuko 6buia nepegaruposana B 50 set (HaBoanenue 1929 r.) Bmecto 10 000, mpeamosiarapimxcst
paHee 110 Mojeu HeitrpanbHoit quddysuu (Hafner et al. 1998: 278).

47 Tlo muenuto aBropa (Turner 1971: 480), peusb unéT 0 TMOPUAHOM 30HE MUPUHOI He Gosiee 50 KM, 06Pa30BaHHON TPEMS
MIOJBUIAMY STOTO BU/IA U CYIECTBYIOIIEH, CyIsI 110 IUTEPATYPHBIM JaHHBIM, He MeHee 200 Jer.
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Baercst B 100 000 sier (Jackson 1973: 67). Ilporecc
rubpuaM3aIy y 6araMCKUX HAa3eMHBIX MOJUTIOCKOB
poza Cerion Ha OCHOBaHUHN MOP(OMETPUN PAKOBUHBI
¥ PaJMOyTJIEPOIHOTO aHAIM3A TIPOCIIEXkKEH Ha TPOTSI-
sxennu MmuauMyM 13 000 siet (Goodfriend and Gould
1996: 1896).

IToueMy y3kme TUOPUAHBIE 30HBI OCTAIOTCS CTa-
OUJIbHBIMUA B T€YEHHUE IOJTOTO0 BPEMEHM, OCTAETCS
Gonpmioit saragkoit (Maiip 1968: 304; Barton and
Hewitt 1985: 138). HakorureHune aHHBIX IPUBEIO K
Pa3BUTHIO HECKOJIBKUX THIIOTE3 UM MOJeNei obpa-
30BaHUsS WM TOAJEpKaHus TUOpuAHOM 30HBI (Moore
1977: 264; Moore and Buchanan 1985: 135-136;
Schwenk and Spaak 1995: 466; Kproxos 2000: 35).

1. Modenw neiimpanviioii ouggysuu (Endler 1977:
91-93, mut. mo: Hafner et al. 1983: 16). Tubpunnas
30HA BO3HHMKAET KaK MPOCTOE CMEITUBAHUE Heli-
TPAJbHBIX aJleNiel B 30HE BTOPUYHOTO KOHTAKTA.
[Mlupuna kaWHBI SBISIETCS (QYHKIMENH CKOPOCTH
TeHHOTO MOTOKa M BPEMEHM C MOMEHTa KOHTAKTa.
XoTs1 HeWTpaJIbHOE TlepeMelnBaHue U Ipe/Ioara-
ercsa mas paga caydaes (cm. Hewitt 1989, Table 1,
5; Turgeon and Bernatchez 2001: 2282%), B 1esom
3Ta TUMOTE3a He MOJy4YHsIa IMUPOKOH TOMIEPKKH,™
U 3HAYUTENBHO GOJIBIIYIO TOMYJIAPHOCTh HaOpaiu
MO/IEJIH, TIOCTPOEHHBIE Ha JEHCTBUU OTOGOPA U IMITHU-
PUYECKY TIOATBEPSKAEHHBIE TIPY AHAJM3€E TPUPOIHBIX
CJIyYaes.

2. Mooemv Ounamuueckozo paenosecusi (Moore
1977: 264). 9to — nambosee paspaboTaHHas, B TOM
gyucye MmareMatudecku (¢ 1930-x To/10B), KOHIIETIIIHS
MOJIyYna TakXKe Ha3BaHWe OAlaHCO80% TUTIOTE3HI.
CrabubHOCTh TUOPUAHON 30HBI O00BSACHSETCSA Oa-
JIAHCOM MEXIy MMMUTparuei (Iucnepcuein) poau-
TEJIbCKUX BUIOB B THOPUAHYIO 30HY U 0TOOPOM IIpO-
tus rubpuoB (Bigelow 1965: 452; Maiip 1968: 304 u
417; Barton 1979a, 1979b; Barton and Hewitt 1981c:
110, 1985: 116 u 131, 1989: 498). Ilo-Bumumomy,
HMMEHHO 9Ta MOJIEJIb PaboTaeT B OOJIBIIUHCTBE, HO HE
BO BCEX, U3YUYEHHBIX CIIyYaeB, OCOOEHHO IS Y3KUX
kauH (cM. Bbimne). Bo MHOrmx paborax Gbljia MoKa-
3aHa IOHMKEHHAs IIPUCIIOCOOIEHHOCTh THOPUIOB,
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KOTOpasi MOXeT ObITh BhIpa’k€Ha B UX IIOBBINIEHHOM
CMEPTHOCTHU Ha PA3HBIX CTAAMSIX PAa3BUTHUS, MOSIBJIE-
HUU aHOMAJIWii, TIOHW)KEHHOU IJIOOBUTOCTH WU
crepusbHOCTH U T.A. (3acimaBckuii 1967: 4; Watson
1972: 432; Nevo and Bar-El 1977: 839; Barton and
Hewitt 1981b: 370; Woodruff 1981: 180; Dowling
and Moore 1985: 155; Kocher and Sage 1986: 31;
Szymura and Barton 1986: 1151, 1991: 254; Virdee
and Hewitt 1994: 396; Reed and Sites 1995: 66;
Nichols and Hewitt 1988: 41; Kruuk et al. 1999b:
1615). ¥V AMOHCKMX XKysKeJIWI[ B 30He THOPUAM3AIAN
OBbLIU BBISBJIEHBI TIOBPEKAEHMSI [IOJIOBOTO alllapaTa
CaMIIOB U CaMOK, 4TO BeAET K IOBBINIEHUIO CMEPT-
HOCTH POIUTENBCKUX OCOOEH U YMEHBIIEHUIO YUC-
JIEHHOCTH THOPHIHOTO IIOTOMCTBA, T.e. CHUJIBHOMY
ot6opy mporus rubpuausanuu (Sota and Kubota
1998: 1511-1512). B psige ciaydaeB Habiomaercs
3aMeTHas BapraOeIbHOCTh B YPOBHE (PEPTUIBHOCTH
(crepmnbrocTr) Tubpunos (Hewitt et al. 1987: 29;
Turner et al. 2012: 452).

Ocoboe pasBuTHE AaHHAsA MOJAEAb MOJIYYUIA B
BUJIE TaK HAa3BIBAEMOU MOOENU 30HbL HANPANCCHUS
(tension zone model), xorga GakTOpbI Cpeibl HE BO-
BJIEYEHBI B HOAIEpKaHue ruOpuaHoi 30HbI (Barton
and Hewitt 1985: 116, 1989: 498; Hewitt 1990:
1704). CusbHBIM apryMeHTOM B IIOJIb3y 3TOU THU-
MOTE3bI CYUTAETCS COTJIACOBAHHOCTH KJIWHAIBHOU
M3MEHYMBOCTA B DPa3HbIX KaTETOPUSIX IIPU3HAKOB
(Mopdosorndecknx, SAEPHBIX U MUTOXOHIPUATD-
HBIX TEHOB), MIOCKOJIbKY BPSI JIA IO CTOJIb Pa3HBIM
[IpU3HaKaM OTOOp AEHCTBYeT OAMHAKOBO. B0o3MOX-
HOCTb KOJIMYECTBEHHOI OLEHKU U3yYaeMbIX CIYIA€eB
ruGPUAN3AIMH TI0 JaHHON MOJIEJN C TIOMOIIBIO Psizia
mapaMeTpoB (IMpuHa W (OpMa KJIUHBI, CKOPOCTh
paccesieHus, IaBIeHre 0TOopa, YMCI0 JOKYCOB, He-
PaBHOBECHE TIO CIETIJIEHUIO U T.]I.) CIIeJIaJH e€ BeChbMa
TIPUBJIEKATETHLHON U MTMPOKO U3BECTHOU (HATIpUMeED,
Alexandrino et al. 2005: 1336).

Tem He MeHee OHA ITOIBEPTJIACH KPUTHUKE 32 HECO-
OTBETCTBHUeE PsILy cuTyanuii B mpupoze (Moore 1977:
267; Moore and Buchanan 1985: 146; Woodruff
1989: 292; Howard et al. 2003: 303; Gompert et al.

8Ciielyer IMETh BBH]LY, YTO B IAHHOU paboTe peub uAET 00 MHTEpPrpajalliy ABYX JeIHUKOBBIX pac cura Aprenu ( Coregonus
artedi), OlleHNBaeMOM 110 MUKPOCATEJUIUTHBIM JIOKYCaM, a He 0 MEXKBUI0BON rMOPUIN3aIINN.

9 JTxo6ONBITHBIN [IPUMED IEACTBEHHOCTH 3TOM MOIE/ M ObLI MOJIyYeH IPU U3yYeHUU TUOPUAHON 30HBI MEXKIY IPEBECHBIMU
craBkamu pona Dendroica, npenmosiaraeMsiii Bo3pact KoTopoii pasen 7500 et xo Hamieit spsr (Barrowclough 1980: 663).
[[TupuHa 30HBI, IPeACKAa3aHHAS, UCXOS U3 IPOCTOH () dy3Un aJalITUBHO HENTPATBHBIX AJIIeJIei, TOYTH TOYHO COBIIAA
C peaybHOU. DTO, B YACTHOCTH, YKA3bIBAET HA TO, YTO MHTPOTPECCHSI TEHOB MOXKET OBITh OUYEHb METIEHHBIM MPOIIECCOM

(Moore and Buchanan 1985: 147). Ho cm. cHocKy 46!
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2010: 3186). M3Becten ciay4ail KauHaIbHOU (CHT-
MOUJIHOM) TUOPUIHON 30HBI, HO 6e3 0TOOpa MPOTHUB
ru6punos (Kpiokos u Baunos 1989: 133; Bauwos u
ap. 1993: 103). Cam 0160p IPOTUB TUOPUIOB MOKET
OBITH JIBOSIKMM: 9HOOZEHHLIM, YTO CBSI3aHO C TIO-
HIKEHWEM JKU3HECTIOCOOHOCTH TETEPO3UTrOT M3-32
CMETITeHNST KOQIaNTHPOBAHHBIX TEHOMOB POIUTENEN,
U 9K302eHHbIM, ITO 0OYCIOBIEHO afanTainueil poIu-
TEJBCKUX BUIOB K Pa3HbIM 3KOJOTHYECKUM YCJIO-
BHUSM ¥, COOTBETCTBEHHO, MEHBIIEH aalITUBHOCTHIO
ru6punos (Kprokxos 2000: 35). Kpome Toro, He Beer-
1a THOPU/BI IEMOHCTPUPYIOT MOHUKEHHYIO JKU3HE-
CIIOCOOHOCTD U yMeHblIeHHYIO depruibHocTh (Bull
1979: 388; Moore and Koenig 1986: 49;% Niirnberger
et al. 1996: 1234).

3. Modenw npesocxoocmea zubpudos (Moore 1977:
264). PomuTenbckue BUIBI aJaITUPOBAHBI K PA3HBIM
VCTIOBUSAM, HO THOPUABI WMMEIT IPEUMYIIECTBO
mepesl HUIMH B HEKOTOPBIX GHOTOTAX. JTa TUMOTE3A
OblTa paspaboTaHa GOTAHMKAMU, HO 300JI0TH paHee
eé urHopuposaiu. C y4éToM TOro, uTO GOJIbIIAs TIPH-
CIIOCOGIEHHOCTh TMOPUIOB IPUYpOUYeHa K reorpadu-
YeCKM OTPAHMYEHHBIM YYaCTKaM THODHIHOW 30HBI,
MaHHAST KOHIETIVSI TI0JIYYUIa yTOUHEHHOE HAa3BaHUE
«nozZpanuurozo npesocxoocmea 2ubpudosy» (bounded
hybrid superiority — Moore and Buchanan 1985:
136; Moore and Koenig 1986: 42; Kpiokos 2000: 36).
Xotsa Yunbsam Myp npuMeHus €€ 1t 0ObsICHEHUS
Y3KUX KIMHATBHBIX 30H, CAMa MOJIEJb TIPUTOIHA JIJIsT
CTaOUJIBHBIX TMOPUAHBIX 30H JIIOOOH (OPMBI U pas-
Mepa (Moore 1977: 275). Ona GblTa TakKe OTHeCEeHa
K KJIACCy KJIMHAJIBHBIX MOJEJel, He3aBUCUMBIX OT
paccenenus1, dispersal-independent clines (Barton
and Hewitt 1985: 116).

B orimume oT ABYX MPEABIAYINTAX, 9Ta MOJETb B
MEPBYIO OYepelb YYMTHIBAET BIMSIHUE SKOIOTHYE-
CKHX (DaKTOPOB, KOTOPBIE OMPEIENSIOT MPUCIIOCO-
6aenHocTh THOpUIOB. COOTBETCTBEHHO, IMUPUHA
rUOPUAHON 30HBI OOGYC/IOBJIEHA TreorpapuyecKuM
pacIpocTpaHeHuEM TeX YCIOBUM, K KOTOPHIM THOPH-
mbl 6oJee amAMTUPOBAHBI, YEM POIUTETHCKUAE BUIIBL.
ITosToMy He YAWBUTEIBHO, YTO MOJENH ITPEBOC-
XOJICTBA TUOPUIOB B MEPBYIO OYEPENH TIPUMEHSIIOT K
rUOPUIHBIM 30HAM Ha CTHIKE PasHBIX JIAHAIA(PTOB
(axoToHBI). OHA TakKe MOKeT paboTaTh B CIydae Me-
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CTOOOUTAHUHN, MAPTUHAIBHBIX T 0G0OUX POMUTENEH
u T.1. (Moore 1977: 273). HecmoTpst Ha €€ moaiepxK-
Ky (mampumep, Littlejohn and Watson 1977: 850;
Green 1983: 39; Grant and Grant 1992: 196; Kpio-
koB 2000: 21 u 36; Perry et al. 2001b: 1160), Bcé xe
cuuTaioT (Barton and Hewitt 1989: 498), uto nanHas
MOJIEJIb He MOKET OOBSICHUTH JJINHHbBIE Y3KUE TI0-
JIOCBI IPUMEPHO PABHON IMUPUHBL, YTO TUIIUYIHO IS
GOJIBIIMHCTBA TMOPUAHBIX 30H. I10-BUAUMOMY, OHa
He IPHMEHKMMA K CJIy4asiM OTCYTCTBHSI KAKOT0-Iu60
9KOJIOTUYECKOTO MJIM KJIMMATUYECKOTO Iepexona B
rubpugHoi 3oue (Rohwer and Wood 1998: 303).

4. Ombop, O6nrazonpusmcmeyouwui  pasHbim
ANNeNSIM 8 PASHBIX YCI0BUSX Cpedvl. VIcTokM 3TOMN
Moziesu BexyT cBoé Havdano ¢ 1930-x romos, a cama
MOJIETTb UCIIOJIb30BANIACh VIS TOCTPOEHUS TEOPHH
kaunbl (Haldane 1948: 277), u B Hell MOXKHO HalTH
3JIEMEHTHI BCEX TPEX TPENbIAYNMX Kouienuii. Ot-
60p MOXKET JIeWCTBOBATh Ha aJIeJI HE3aBUCUMO Ha
KaXI0H CTOpPOHe THOPHMIHON 30HBI, IIOAAEPKUBAS
POANTEHCKIE TUIIBI, YTO MOKET BJIMITH Ha pacIipe-
nesenve anseneii (1 ruGpUIOB) B TMOPUIHON 30HE.
BapuanToM MOZIENI MOXKET CJIYXKHUTb THIIOTE3a KO-
JoTIYecKoro rpaauenTta. OHa TakKe MOJKET OBITH TT0-
Jie3Ha JIUIs OOBSICHEHUST BOSHUKHOBEHUST THOPUIHOM
30HBI MO3AaUYHOTO THUIIA.

Hecmotpst Ha pasHbie, KOHPIUKTYIONINE APYT C
IPYTOM MOJIENH, TPYIHO OXKUJATh, YTO BCE MHOTO-
obpasue THOPHAHBIX 30H MOXHO OOBSCHUTH C
TIOMOIIBI0 KaKOW-TMO0 OFHON W3 MPETOKEHHBIX
kourermmit (cM. Hampumep, Gompert et al. 2010:
3186). Kak 66110 cripaBeguBo 3amedero (Futuyma
and Shapiro 1995: 225), peajibHble ¥ TeOpETHYECKHUE
TUOPUIHBIE 30HBI HEPEIKO CYIIECTBEHHO DPasjinya-
orcs. Hanmpumep, nMeeTcst 11es1b1id psiji KITMHATBHBIX
TUOPUIHBIX 30H, MUPUHA KOTOPHIX GOJIBIIE, YEM HTO
MOXKHO OXKW/IATh, UCXOJSI U3 MOJETU HEUTPAIBHOM
mibdysun niu 30Hb Hampspkenus (Hewitt 1990:
1711). Bo-mepBbIX, Bce MOJENU SIBJISIOTCS CBEPX-
ymnpomenusamu (Harrison and Rand 1989: 114).
Bo-BTOpBIX, HAZIMYME PA3HOTO THIA THOPUAHBIX 30H
¥ pa3HO06Pa3us MPOCTPAHCTBEHHOMN U T€HETUYECKOM
CTPYKTYPHI HAa PAa3HBIX YYAaCTKaX y OHOHN W TOU Ke
mapsl BUJOB (HaIpuMep, y KepJsHOK, cM. c¢. 108)
MOJKET CBU/IETEIbCTBOBATD B TI0JIb3Y PA3HBIX IIPUYUH

9Cemyer UMETh B BUZLY, UTO JaHHBIE ABTOPHI M3YYAIM TMOPUAHYIO 30HY MEXKIY MOABUIAMU CEBEPOAMEPUKAHCKOTO ST
Colaptes auratus auratus u Colaptes auratus cafer, pa3nuyalomuMucs Mo 5—6 IpU3HAKaM OKPACKM OTIEPEHUs], KOTOpas y
ruGpuI0B UMeeT TIpoMexkyTounbiil xapaktep (Moore and Koenig 1986: 43). TloaToMy B 11€7I0M He YAUBUTENHHO, UTO «TH-
GpuIbl> He UMEIOT TOHMKEHHON KU3HECTIOCOOHOCTH U (DEPTUIBHOCTH.
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(1mn nx KOMOMHAIWIT) BOSHUKHOBEHMS U CYILIECTBO-
Bauwus 3061 (Kpiokos 2000: 37).

Tak, 9K0JI0rnyecKu 00y CAOBIEHHBIE KIIMHBI MOTYT
TIepeXOINTh B 30HBI HAMPSIKEHUS WJIHU, TI0 KpalHen
Mepe, OHU He SIBJISIIOTCST B3AUMHO UCKITIOYAIOIAMUCST
(Hewitt 1989: 89). KiunambHble TMOPUIHBIE 30HBI
YaCTO PACIOJIOKEHBI B DPANOHAX JKOJOTHIECKOTO
(KkIMMaTHYEeCKOro, JIAHAMA(YTHOTO W T.1.) Tpaau-
enta. OHAKO 3TO BOBCE HE O3HAYAET, YTO MMEHHO
9KOJIOTUIECKUI TPATUEHT SIBJISETCS MPUIUHON BO3-
HUKHOBEHUS TaKOW 30HBI, 1 BO3MOXHBI Pa3JIUIHbIE
obbsacuenus (Blackwell and Bull 1978: 23; Barton
and Hewitt 1985: 131; Harrison and Rand 1989: 14).
C apyro¥ CTOPOHBI, MO3aWYHbIE TUOPUIHBIE 30HBI B
3HAYUTENBHOM Mepe OOGYCJIOBJIEHBI HKOJOTHYECKH-
MU Pa3uuUAMM TUOPUAMBUPYIOIUX BUIOB (CM.
c. 105). OHu Takke OIMPOBEPralOT JOMUHUPOBABIIIEE
paHee MHEHME, YTO BCe TUOPUAHBIE 30HBI MMEIOT
KJIMHAJIBHBIN XapaKTep WM HAXOMATCS B YCIOBUSX
IPOCTPaHCTBEHHOTO TpaauenTa cpeabl (Harrison and
Rand 1989: 14).

OTMeuanIoch TakxKe, YTO MATEMATUIECKIE MOJIENTN
30H HalpPsLKeHUst (SHIOTEHHBIN 0T6GOP) U reorpadu-
YeCKOr0 TPAJMEHTa MPHUCIIOCOOIEHHOCTH (9K30TEH-
HBIII 0TOOP) TIPEACKA3BIBAIOT CXOIHBIE MATTEPHBI, &
pa3yMYHbIe BapUAHTBI OTOOpa MOTYT BCTPEYATHCS
OJIHOBPDEMEHHO B OJIHOM U TOH K& IMOPUAHON 30HE
(Barton and Gale 1993; uut. mo: Gollmann 1996: 122;
Kruuk et al. 1999a).

IIpocTpaHCTBEHHOE MOCTOSTHCTBO
U NOJBHKHOCTh THOPUIHOM 30HbI

IToMuMO cTaGUIBHOCTH BO BPEMEHH, HE MEHee H-
TepecHa TpobIeMa MPOCTPAHCTBEHHOTO TIOCTOSTHCTBA
WJIM TIOABYKHOCTH TMOPUAHBIX 30H. [Tox mocaentei
MBI 6y/IeM UMETh B BHIy reorpaduueckoe CMelleHue
Bceli 30HBI, eé (HpOHTA B ciryyae KIMHAIBHOU y3KOH
30ubI (Puc. 9), a He mpocTo M3MeHeHUE €€ (HOPMBI
(cyxeHue WM pacimupeHue) 6e3 IepeMeleHMs.
ITocKoMbKy MaJIOBEPOSITHO, YTO TUOPUAUSUDPYIONIHE
BUZIBI OYYT CEJIEKTHBHO OMMHAKOBBHI, Y2KE CaMO 3TO
GbakT neaer TMOPUIHYIO 30HY TIPOCTPAHCTBEHHO He-
CTaOUIIbHOIA.

ITocie o6pasoBaHUs KIMHAJIBHOM THMOPUAHON
30HBI BO3MOKHBI TpY BapuaHTa eé pazputus (Rising
1983: 150). Bo-mepBbiX, rHOPUAUBUPYIOUIME IIO-
MyJISIUA MOTYT HAXOJWTBCS TOJ OTPUIATETbHBIM
0TOOPOM, YTO IOJKHO TPUBECTH K MCUYE3HOBEHHIO
30HbL. BO-BTOPHIX, THOPUBI MOTYT OBITH CEJIEKTHBHO

JL.S1. Bopkun u C.H. JIutBunuyk

PaBHBI C 0COOSMY POAUTETBCKUX BUIOB UJIH TIPEBOC-
XOJIUTh UX B TUOPUAHON 30He. B TakoM ciryuae MOXK-
HO OXKMZIATh pacIIpeHue, YIUIOIeHe M BO3MOXKHOE
VCYE3HOBEHUE CTYIMEHYATON KJIWHBL B-TpeThux,
FI/I6pI/IlII)I MOryT 6I)ITI) CEJIEKTUBHO PaBHbBI WJIN IIpE-
BOCXOJIUTH POJUTEIHCKUE BUIB B TUOPUIHON 30HE,
HO TIOJIBEPTaThCs OTPHUIIATETLHOMY OTOGOPY BHE HTOM
30HBL. B Takoil cuTyanuu KJMHA IOJKHA OBITH CTa-
OUJIBHOM TI0 IMMPHHE W KOH(MUTYPAIMK, HO MOKET
cMerniaTbcsl reorpaduyecku. AHaJIOTUYHAS KapTHHA
MOJKET OBITh U TIPU TeOTPapUIECKOil MBMEHIMBOCTH
6e3 BTOPUYHOTO KOHTaKTa M THOPUAM3AIUY, KOT/A
KJIMHA TOIJAEP/KUBAETCS OTOOPOM M CTaOWJIbHA BO
Bpemenu. OHAKO sIBHAsI CTaGUJIbHOCTH KJIWHBI He
MOJKET caMa TI0 cebe CITy>KUTD T0Ka3aTeTbCTBOM JIeii-
cTBUs 0TOOPA, IO KpaiiHeil Mepe, A IITHII, YbE pe-
aJIbHOE paccesieHNe MPEBhIIIAeT UMEIOIIUECS OIEHKH,
U TI09TOMY HEBO3MOXKHO OIIPENENNTh U3MEHEHUs B
ruGPUIHON 30He ITPU aHATN3€e HEMHOTUX TIOKOJIEHUTA.
IToce Havama ruOPUAN3AIIY TAKAE «HEUTPAIbHBIE>
30HBI MOTYT PaCUIUPSATHCS HACTOJIBKO MEJJIEHHO, YTO
caM 3TOT IIPOIIeCC CTAHOBUTCS OUEBUAHBIM JIMIIH Ye-
pe3 MHOTYe, BO3MOXKHO, Thicsuu nokosenuit (Rising
1983: 151).

CornacHo TMHOTE3€ 30HBI HANPSKEHUS U COOT-
BETCTBYIOIIEH MATEMAaTUYECKOU MOJIEJH, Y3Kasl KJIH-
HaJIbHASI 30HA JIOJDKHA CIBUTATHCSI B CTOPOHY MeHee
aIalITUBHBIX WM MeHee IJIOTHBIX IOIYJISIWiA, HO
OCTaHABJIMBATHCS TaM, T7Ie IPUCIIOCOBIEHHOCTH 060-
VX BUZIOB OWHAKOBHI U T/Ie IOCTUTAETCSI PABHOBECHE
(Barton 1979: 345; Barton and Hewitt 1981c: 111,
1985: 131, 1989: 500; Hewitt 1989: 89). CaBur ru-
GPUIHON 30HBI B CTOPOHY OJIHOTO M3 POJMTENBCKUX
BU/IOB MOJKET BBI3BIBATHCS aCHMMETPUYHON THOPH-
IVI3aIyeil U IPYTUMU NPUYUHAMY, KaK-TO: aCMMe-
TpuyHas wMwurpanus (paccesieHre) pPOTUTETbCKUX
BUJIOB, BBITECHEHUE DEIECCHUBHOTO AaJljIesss IOMHU-
HAHTHBIM, KOHKYPEHIMsI, THOPUHAS TPUCTIOCOOTIEH-
HOCTh, KJINMAaTH4eCcKOoe M3MeHeHUe T'PaHUIl BUIOB,
usMeHenue janamacdTa yemosekoMm u T.1. (Rohwer
and Wood 1998: 303; Buggs 2007: 301, Table 1; Gay
et al. 2008: 2803). Harpumep, IOABUKHOCTD ABYX TU-
OPUIHBIX 30H, 06PA30BAaHHBIX [PEBECHBIMU CIABKAMU
Ha ceBepo-3amnage CIITA, ckopee Bcero, 00bsICHSIETCS
MOBEZIEHYECKUM JOMUHUPOBAHUEM OJHOTO BHUJIA
atux nrun Hag apyrum (Rohwer and Wood 1998:
303). B cBoto ouepesib, TPY OIEHKE CTAOMIBHOCTH
30HBI HEOOXOAMMO PasandaTh KJWHBI, BbI3BAHHbBIE
BTOPUYHBIM KOHTAKTOM TAaKCOHOB M THOPHU/IM3AINEN,
U KJIMHBI, 00y CIOBJIEHHbIE KJIMHAIBHOW N3MEHUMBO-
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Puc. 9. Capur kiuHaIbHOTO nepexoza (mpuMepHo Ha 47 kM 3a 18—19 ser) mexay 6aboukamu Heliconius erato hydara v H. e. petiverana B
TTaname (mo: Blum 2002: 1996, ¢ usmMeHeHUSAMM).

Fig. 9. Shift of cline center (approximately 47 km in 18—19 years) between butterflies Heliconius erato hydara and H. e. petiverana in
Panama (from Blum 2002: 1996, with modifications).
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crbio u or6opom (Rising 1983: 149). CTabuibHOCTB
TUOPUIHON 30HBI MOJKET OOBSCHATHCA U MOJENBIO
IIPEBOCXO/ICTBA THOPHIIOB, MOCKOJIbKY 00Jiee BBICO-
Kas TPHUCIOCOONEHHOCTh TMOPUIOB OrpaHWYeHa B
MTPOCTPAHCTBE.

Bo3MOoKHBI /1Ba MOAX0/A K OT[eHKE CTAGUIbHOCTH
WM TIOABUXKHOCTH TMOPUIHOW 30HBL. ITO — COIIO-
CTaBJieHHE HOBBIX [AHHBIX C OIyOJIMKOBAaHHBIMU
paHee M IOBTOPAOIIMICA aHamu3 (cOOP JAHHBIX)
Mo TpaHceKkTe 4yepe3 30HY. Hekoropbie (HaKThl, mei-
CTBUTEJIBHO, TOBOPST B TI0JIb3Y MPOCTPAHCTBEHHOTO
MOCTOSTHCTBA 30H. Tak, mpsiMasi IpoBepKa yepe3 3 u
5 JIeT He MOKa3aja 3aMEeTHOTO C/BUTA B MOJIOKEHUH
KJIMHAJIBHOW 30HBI MEXIY IBYMSI BUIAMU JI€OIap-
nosbix ssarymek (Kocher and Sage 1986: 28). Takas
e cTabuIbHas KapTHHA HAOJMI0aNach MPU COTIO-
CTaBJEHUU JAHHBIX MO ABCTPAIUUCKUM JISTYITKAM
komiuiekca Geocrinia laevis uepes 7 ner (Littlejohn
and Watson 1977: 850) u eBpOIENHCKIM KePIITHKAM
B Ilpukapnarbe uyepes 20—80 ser (Szymura and
Barton 1986: 1145, 1991: 258; Szymura 1993: 262 u
281). TubpuaHas 30Ha MEXIY ABYMs BUAAMU IITHI]
(Manacus) B ITaname 3a 100 seT cIBUHYJIACH JIUTITH
Ha HecKoabKo kumoMerpoB (Brumfield et al. 2001:
2082).

C Ipyroii CTOPOHBI, MOJyYEHbI CBEIEHUS O MOJI-
BIKHOCTH THOpUAHON 30HbIL. Tak, ruOpupHas 30Ha
MexIy skabamu Bufo americanus u Bufo hemiophrys
B Manutobe 3a JIeCATOK JIET MepeMeCTUIACh K 3a-
naxy npumepro Ha 10 kM (Green 1983: 36, 1996:
99). B IloTtnanauu 3aperucTpupOBaHO CMeIleHue
rUOPUIHOM 30HBI MEKIY CEPOU M YEPHOM BOPOHAMM
c 1928 mo 1981 rozx, B ToMm umciae Ha 30 KM 3a 1I0-
crenrue 15 mer. 3oHa cMemasach Takxke B [lanuu,
HO B Ipyrux paiioHax oHa ctabusbHa (Kpiokos 2000:
21). iaMeHMIach KapTHHA «CETYATON» THOPUMTHON
30HBI MKy TpUTOHaMU Triturus cristatus v Triturus
marmoratus B nenTpanbuoit Opaniuu: 3a 25—35 net
HEePBBII BU/ TIPOJABUHYJICS HA I0TO-3aIa/l MUHUMYM
Ha 30 kM (Arntzen and Wallis 1991: 816).

B HemaBHeM 00630pe SMIMPUYECKUX HCCIIEN0-
BaHWIT TpuBenéH 21 MTOKYMEHTHPOBAHHBIN CIIydyait
CIIBUTa TUOPUIHBIX 30H Y CAMBIX Pa3HbBIX JKUBOTHBIX
(6a60YKHM, CBEPUKH, MyPaBbH, KJIEIIM, PEYHbIE PaKH,
PBIOBI, XBOCTaThie U GecxXBocThie aMbuOuH, AMIEpU-
I[BI, TTHIBI, MJIEKONUTAIOIIAE) HA DPACCTOSHUE OT
HecKoIbKuxX coteH MeTpoB 0 300 kM (Buggs 2007,
Table 1). Kpome Toro, B 12 ciy4asx cMelneHne 30HbI
IPETIONIATAETCS] HA OCHOBE MOJIEKYJISIPHBIX TAHHBIX
no uHTporpeccuu (Hampumep, Rohwer et al. 2001:
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415). TlpemsoskeH MeTON KOCBEHHOIl OIIEHKUA CMe-
MEHUs 30HBI IIYyTEM COIOCTaBJIEHUS €€ 1eHTpa (10
TeHETUYECKVM MapKepaM) U IIHMKOM BCTPEYAEMOCTHU
mpoMexyTouHbix hernotunos (Gay et al. 2008: 2790
u 2800). Ocobblii UHTEPEC MPEACTABJIAET IIOIBHK-
HOCTh (PpOHTA TMOPUAMBAIIK C TIOCIEAYIONTMM BbI-
TeCHEHMEM HBOJIIONMOHHO 6ostee craboro Buza (Gill
1997: 519). Takue ciay4au HEpeIKU TP BCEJEHUU
BHUJIOB, Ul MIX aHAJIM3 BAXKEH JIJIsT OXPAaHbl a00PUTEHHBIX
BUOB (cM. . 127).

TakuM 06pasoM, IIOABMKHOCTh THOPUIHBIX
30H — 9TO JIOCTATOYHO IIMPOKO PACIPOCTPAHEHHOE
sIBJIEHUE, KOTOPOe, OJHAKO, HE TaK IPOCTO 3a-
PETUCTPUPOBATh, MOCKOJIBKY TpeOyeTcsi Xopormast
M3YYEHHOCTh OObeKTa. JIBHKymuecs TruOpuaHble
30HBI MTPEJICTABJISAIOT COOON MPEBOCXOIHBIE MTPUME-
PBI 9BOJIOINK B €MCTBUY, IO3BOJISIONNE U3YYaTh
passmyHble IpobIeMbl BUI000Pa30BaHUS U BasKHBIE
1t BRIpabOTKM cTpareruu oxpanbl BuaoB (Buggs
2007: 307).

TuGpuHbIe 30HBI U 300Teorpadus

TubpuIHbIE 30HBI MHOTHX BUIOB YACTO HAXOSTCS
B OJTHUX U TeX paiioHax. Tak, Ha Benmwkux paBHMHaX
CeBepHOIl AMEPHKH PaCIOJIOKEHbI THOPUIHBIE 30HBI
11 map pasmmunbix BuzoB mrul (Rising 1983: 131
u 153), a B menTpasbHoM Texace U B IMEHTPATBHOM
Kanmudopuuu BbIsBIeHB KOHTAKTHbIE 30HBI Dsifia
amubmit u nrun (Sage and Selander 1980: 1080;
Good 1989: 742). Ha sanane Kamambl coBmamaior
UPOKKME THUOPUAHBIE 30HBI Y KJOMNOB-BOIOMEDPOK
pona Limnoporus u 6a6ouex poma Papilio (Sperling
and Spence 1991: 1380). 3To ke mpoucxoaur B 3a-
KapIiaThbe y KepJstHoK Bombina w tpuronos Triturus
(XanTypun u ap. 2001; JlutBunuyk u bopkun 2009:
158). BosbIuM 4KCI0OM TMOPUIHBIX 30H CPEI MOP-
CKMX KMBOTHBIX XapakTepuayeTcsi paiion bembra,
coenuustiorero 6osee coménoe CeBepHOE MOpe €
MeHee conénbiM Banrutickum. B mietom 38% ciryua-
€B TMOPUIM3AIK TTPUXOAUTCS HA TPAHUIIBI MEXKIY
MopckuMu 6moreorpapuueckumu 3oHamu (Gardner
1997: 34, 43-46).

B 1968 r. amepukanckuii sHTOMOJOr Yaps3
PeMuHrTOH 06paTWJ BHUMAHWE Ha TO, YTO MHOTHE
rUGPUIHBIE 30HBI PACTIONOKEHBI HE CIyYaiiHO, a CO-
BIIQJIAIOT C OOJMIACTSIMU, TJ€ CTHIKYIOTCSI Pas3jM4HBIE
6uoTbl. OH Ha3BaJI TAKUE MECTa <IIOBHBIMU 30HAMU>
(suture zones) TMOPUIHOTO B3aMMOENCTBUSI MEKLY
HelaBHO coexuHéHHbIMU Orotamu (Remington 1968:
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322).5! TTo ero muenuio (p. 329), 9T¥ 30HbI BO3HUKJIU B
pe3yJIbTaTe NCYE3HOBEHMS GAPHEPOB JJISI PACCETIEHS
B noctyieqHukoByio amoxy (8000—11000 ser Hazan).
OHM He MMEIOT HUYero OOIIEro ¢ «rubpuausanuein
6uoTonoB» Jarapa AnzepcoHa (cM. cHOCKy 39), HO
panee oTMmevasuch . Maiipom (1968: 298—299). Ha
tepputopuu Heapkrtuku Y. Pemunrron upeHTudU-
IUPOBAJ TIeCTh KPyNMHBIX (mupunoit 10 100 Mums)
U ceMb 6oJiee MEJIKMX WJIM MaJIO U3y4eHHbIX 30H. OH
TaKye MPEeITOJIOXKILT HATMIeE IPYTHX 30H B ADKTUKE,
nentpaibHOil Mekcuke, IOxuOlT AMmepuke, ABcTpa-
svu, [TaseapKTHKe U MIPU3HAT, YTO YAaCTh TUOPUIHBIX
30H HAaXOJUTCS BHE BBIIEJIEHHBIX MM IIOBHBIX 30H.
s 30u CeBepHoit AMepuky, MeKcUKU 1 ABCTpasiuu
UM GBUTM IPUBEIEHBI CIIMCKYM KOHTAKTHBIX TIap BUIOB
HACEKOMBbIX, HA3eMHbBIX TO3BOHOYHBIX U PACTEHUI.

XOTs IepBOHAYATTPHO KOHIIEIIITHST <ITOBHBIX 30H»>
BCTPETMJIA JOBOJIBHO IpOXJagubiii mpuéM (Short
1969b), mosxe e€ ¢ sHTysmasMoM moxmepxkan lox-
dpu Xoetourr (Hewitt 1996: 257, 1999: 105, 2001:
540), mosraraBIuii, 0 KpaliHei Mepe, IJIsi CEBEPHOTO
TIOJTYTITApHSL, YTO TAKWe PAHOHBI COBIIAIEHNST MHOTUX
TUOPUIHBIX 30H BO3HUKJIU B PE3yJIbTaTe BCTPEYHOTO
paccesieHusT W3 JIETHUKOBBIX pedyruymoB. Wmes
«IMOBHBIX 30H» PeMWHTTOHA OBLIA BOCIPHHATA U
npyrumu aBropamu (Avise 2000: 226; Redenbach and
Taylor 2002: 1027; Phillips et al. 2004: 1544; Toews
etal. 2011: 434).

Opnako TMC-anamus*? 117 HaseMHBIX THOPHI-
HBIX 30H y HacekoMbix (16), ampubuii (17), pernru-
st (4), nrur (15) u miekonuraromux (19), a Takxke
pacrenwuii (46) B CIITA u Kanase mokasait, 94To JIUIIb
46.2% 9THX 30H XOTsI ObI YACTUYHO COBIIAJIN C IIOBHbI-
Mmu 3oHamu Y. Pemunurrona (Swenson and Howard
2004: 2394). Tem He MeHee Teorpaduyeckoe pacmpe-
nenenvie 117 ruOpUAHBIX 30H He OBLIO CIy4aiiHbIM,
¥ KJIACTEPHBIN aHAMU3 BBISBUJ 23 paiioHa, pUYEM
pacIoyioKeHre MHOTUX W3 HHUX COOTBETCTBOBAJIO
unesm [ Xprourta (p. 2396). Bosnee mupokuit ana-
JIU3 C IPUBJIEYeHNEM MHOKECTBA KapTorpaduiecKux
IAHHBIX 110 KOHTAaKTHBIM 30HaM u ¢uioreorpabuu
NITUI], MJIEKOTIUTAIONINX ¥ [€PEBBEB IIOKA3aJ, YTO
Gapbepbl (TOPbI, B MEHBIIEH CTEIIEHN KPYITHBIE PEKH )
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U JIEIHUKOBbie pedyrmyMbl, Kak U B EBpore, BO
MHOTOM OIIPEJIENISTIOT COBIajieHre (KIaCcTEPU3AITHIO)
30H B CesepHoit Amepuke (Swenson and Howard
2005: 590). ITomaraiot, YTO TOJIOKEHUE MOBHBIX 30H
OIIPEMIENISIETCST  CIIOKHBIM B3aUMOJEHCTBHEM HCTO-
PUYECKUX W COBPEMEHHBIX SKOJOTMYECKUX (DaKTO-
POB, BKJIfoYas TUIBI JauamadToB (¢pusnorpadust),
KJIUMAT U PACCTOSIHUE OT JIEAHUKOBOTO pedyruyma
(Rissler and Smith 2010). B psaze ciy4aes, Hamnpu-
mep, B Kamudopuuu (Good 1989: 742) u Ilaname
(Brumfield et al. 2001: 2082), kaxoii-1m60 3K0I0TH-
YeCKuii Iepexo]] B IMOBHOM 30He 06Hapy KeH He ObLIL.

Tu6puan3anusi, reHeTHYECKas AUBEPreHIus
1 HAJIBU/IOBbI€ TAKCOHOMHYECKHE PaHTH

B mpupone rubpuausanus oGHApyKeHa Cpemu
BUZIOB Pa3HbIX KaTeropuii. C OMHOW CTOPOHBI, OHA
usBectHa y Kpuntryeckux unos (Hall and Selander
1973: 240; Blackwell and Bull 1978; Howard 1986;
Good 1989; Dowling and Hoeh 1991; Bopkut u ap.
2004), a ¢ apyroii, u y MOP(OJOTHMYECKU PA3TUIAIO-
muxcsi BuioB. Cpeii €BPOTIEHCKUX TPUTOHOB POa
Triturus tnOpUIHBIE 30HBI 0OPa3ylOT Kak OJu3KHe
Bubl onHOro komiuiekca (Bopkwa u JluTBUHUYYK
2009, riaBa 6), Tak ¥ BBl M3 GJIM3KUX KOMILIEKCOB
(Arntzen and Wallis 1991; Arntzen et al. 2009). B Ce-
BEpHOI AMeprKe TUOPUANZUPYIOT OypyHIAyKU Tamias
ruficaudus n Tamias amoenus, TPUHALJIEKAIINE K
pasubiM BuzioBbiM rpyiiam (Good et al. 2003: 1901).

B cpemnem remermyeckoe paccrosuue (D)
Mexay hopMaMu, 06pasyoNMMU THOPUIHYIO 30HY,
paBro 0.26 (Barton and Hewitt 1989: 497), urto B
1[eJIOM COOTBETCTBYeT ypoBHIO Buza (cM. Bopkun u
JIuteuruyk 2010: 239). Hanpumep, Mexay BUAaMu
TPUTOHOB KOMILIeKca Triturus cristatus B cpemHeM
D=0.2 (JlutBunuyk u bopxun 2009: 128). Ilo-
BUIUMOMY, CaMble GOJIbIIINE 3HAYEHVS TEHETUYECKOM
nuseprentyu (D=0.91) Mex 1y THOPUAMBUPYIOIIAME
B IIPHPOJIE BUAAMU OBLIU TTOJIYYEHBI I CEBEpoaMe-
pukaHckux xab Bufo boreas v Bufo punctatus (Feder
1980: 1094), a Taxske 111 TPUTOHOB Iriturus cristatus

51Takoi e TepMuH (suture zone) reoJIOTH MCIIOAb3YIOT Jisi 0003HAYEHMSI PAlOHOB CTOJIKHOBEHUS KOHTMHEHTAJIbHBIX
muT. B kauecTBe nprMepa 30HbI MOKHO npuBecTy [MManan, 06pa3oBaHHbIE B pe3yJibrate BeTpedn MHAUNCKON CyOKOHTH-

HEHTAJIHHOM IJINTH M ABMAaTCKOM KOHTMHEHTAIbHOM IIINTHL.

52KOoMITBIOTEPHBII TTOZXO0]] C TIOMOIIBIO TAK Ha3bIBaeMoii reorpadudeckoil nudopmarmonHoii cucremsr (GIS) mossosser
KOJIMYECTBEHHO AHAIM3MPOBATH IPOCTPAHCTBEHHbIE B3AUMOOTHOIIIEHHS MEXKIY reorpaddecKy TOKaIM30BaHHbIMY apa-

MeTpaMH.
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u Triturus marmoratus, D=0.64—0.86 1o pasHbBIM
ornenkam (Arntzen et al. 2009: 1192). B nepBom city-
Jae, BEPOSITHO, 00a MOJIa TIOTHOCTHIO CTEPIUIBHEL, 2 BO
BTOPOM THOpHHEIE caMIbl F| CTEPHIIBHBI, HO CAMKH
¢ Hu3KOi peprrbHOCTBIO (Arntzen and Wallis 1991:
817). [1ns cpaBHEHUS yKaxeM, 4YTO YPOBEHb r'eHeTH-
YeCKOTO CXOJICTBA MEXKAY NOMOBBIMU MbIiaMu Mus
musculus u Mus domesticus (Gyllenstein and Wilson
1987: 28) B nBa pasa BhIlIE, YeM MeXIy kabamu (I =
0.836 mpotus [=0.40). [locT3urorryeckast U30JIANUS
(HEXU3HECTIOCOOHOCTD M CTEPUIBHOCTH TMOPUIOB)
MoskeT HacTymath mpu D=0.25 y 6ecxBoctbix u D=0.4
y xBocTathix ampubuii 1 Menee 0.5 y apozodui
(Bopxkus u Jlutsuauyk 2010: 247). Oxanako B 1e10M
WCIOJIb30BAHME IIOKa3aTesiedl TeHEeTHMYEeCKOro pac-
crosgaus (D) nmu cxozacrsa (I), o cIpaBeINBOMY
3ameuanuio E.H. ITanosa (1989: 39), He mo3Bosiser
TIPeZICKa3bIBaTh IIOBeJEHWE BUAOB B KOHTAKTHOU
30He. Tax, y IITHUIl IIXPOKAst THOPUANIAUS ITPOUCKO-
mut ipu D=0.001-0.072, x0Ts mocienqHue 3HAYEHUS
XapaKTePHBI TaKKe U [ KECTKO U30JUPOBAHHBIX
cumnarpudeckux BuzoB (D=0.044—-0.060).
CorsacHO WMMYHOJIOTUYECKUM OIleHKaM (CM.
Dubois 1988: 47), cpemuuii Bo3pacT AWBEPTEHIINU
MeXy THOPHIM3UPYIOIUMY BUIAMK Y TUIAlEHTapP-
HBIX MJIEKOTIUTAIONINX 3HAYUTENbHO MEHbIINE, YeM
y nTur 1 6ecXBocThIX aMmbubmii, 9TO yKasblBaeT Ha
6oJiee BBICOKYIO CKOPOCTh 9BOJIIOIUHY TIEPBHIX. Y PHIG
rubpuansaiyst (MHTPOTPECCHS ) MOKET IIPOMCXOAUTD
Ia’ke MeXIy BUJAMU, TUBEPTUPOBABIINMY HE MEHee
5 MUJLIMOHOB JIET, Kak KeTa 1 ropOymia (Smith 1992:
45). Oba Buma eBpomneiickux kepisHok (D=0.37—
0.59), obpasyronve TuGpUIbl Be3ze, TAe OHU BCTPe-
YaIOTCs, BO3HUKIIU €lllé /10 TIelCToIleHa, IIPUMEPHO
2-7 musmnoHoB Jiet Hazax (Szymura 1993: 265). B
712a60pPaTOPHBIX YCIOBUSAX OHU YCIENIHO CKpElnBa-
0TCS ¢ JaJbHEeBOCTOUHOU Bombina orientalis, xoTs
IVBEpreHIysl ¢ mocienHeit parupyercs B 10-12
mustnonoB Jiet (Uteshev and Borkin 1985: 366).
MpICb O TOM, YTO PE3YJIBTAThl CKPEIUBAHUS
MOTYT YKa3bIBaTh Ha CTEIleHb POJCTBA U, COOTBET-
CTBEHHO, TAaKCOHOMHYECKUI DPAHT CKPEIUBAEMbIX
(MCKyCCTBEHHO WM B TIpUpoae) ocobeid, Ipocie-
sxkuBaercst yxke B XVIII Beke. Tak, K. Biodbdon B
cratbe «O Mymax» 1776 r. mucam: «<..>. Kak MOxHO
ObLTIO OBl MHAYE Y3HATH CTENEHb POACTBA KUBOTHBIX
Pa3HBIX BUIOB, ECJIU HE TI0 Pe3YJIBTaTaM UX CIIapUBa-
Hus <..>?7» (mur. mo: Kanaes 1966: 182). Hepenxo
MOJIATAIOT, YTO BEPOSITHOCTH THOPUAM3ANUY W TLJIO-
JOBUTOCTh TUOPUIOB B I€JIOM IIPOIOPIIMOHATBHBI
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TeHETHYECKOMY CXOJICTBY, KOTOPO€ MOKET OBITh BbI-
paskeHo B TakcoHommyeckux panrax (Hubbs 1961:
12; Van Gelder 1977: 18; Dubois 1988: 53; Smith
1992: 41 u 45).

Psin aBTOPOB TIPEJIONKHUI HKCIIONB30BATH CIIO-
COGHOCTh BUIOB K TMOPHAM3AINU KaK IMTOKa3aTesb
PeasbHOCTH POJIa, KOTOPBIN MOXKHO IIPUMEHSITH [IJIst
BBISICHEHUSI €70 TPAHUII, B TOM YKCJIE B IPAKTUYECKUX
11eJISIX TAKCOHOMUU. [[efiCTBUTEIBHO, TI0 CBOMM I1apa-
MeTpaM PoJI He MOJKET OBITh, TIO OIPEETIEHIIO, MEHb-
1ire Buzia. [1oaToMy ecivi BUIbI — PEPOAYKTUBHO U30-
JIMPOBaHHbIE CUCTEMBI TTOTMYJISIUH, TO POBI TOJKHBI
BKJIIOYATh BHJIbI, HE CIOCOOHBIE CKPEIIUBATHCS C
Buzamu apyroro poga (Van Gelder 1977: 21). Nnaue
TOBOPSI, ECJIU JIBA BU/IA, OTHOCHMBIE K Pa3HBIM POZIaM,
MAIOT B3POCJIBIX TUOPHIOB, ILIOOBUTHIX WK HET, TO
TaKue PoAsl Hamo o0bequHAaTh B ogul (Dubois 1988:
56). COOTBETCTBEHHO, K Pa3HBIM MOAPOIAM CJIELYET
OTHOCHTD TPYIIIIBI BHIOB OZHOTO PO/, KOTOPbIE Pas-
JUYaAIoTcs MOPGOJIOTHYECKN U 9KOJOTUYECKU, HO
MOTYT JIaBaTh JKM3HECIIOCOOHBIX B3POCIIBIX THOPUIOB
(Dubois 1988: 105).

OnHaKo cpesiy KOCTUCTHIX PO, MIIEKOTUTAIOIINX
1 0COOEHHO Cpeyl ITHUI] U3BECTHO OOJIBIIOE YKCIIO
MEXPOJAOBBIX TUOPUAOB, 00pasyeMbIX B IPHUPOIE
(Van Gelder 1977: 5-18; Dubois 1988: 68—71; Smith
1992, Table 1; Gill 1998: 281). Cpexu amdpubuii u
PEeNTHINI WX YHCIO HE3HAYMTENbHO, HAIPUMED,
M3BECTHBI CJIyYau TMOPUIM3AINK B TIPUPOIE MEKIY
HECKOJIbKMMHE POIlaMi MOPCKHUX uepemnax (James et al.
2004: 580). MexxpoaoBasi THOPHIM3AIINST BCTPEYAeT-
cs U cpeiy MOpcKuX XUBOTHBIX (11 u3 102 ciydaeB),
BKJIIoYas o 1 y MOpCKuX exxeii v 3B€31 1 9 cirydaeB
y pei6 (Gardner 1997: 41, Table 1). V3BecTHbIit ame-
pukanckuii uxtrosor Kapn Xa66¢ (Hubbs 1955: 7,
1961: 12) npumié K BBIBOLY, YTO B IIPUPOJIE TUOPUIBI
MOTYT TOSABJIATBCS laXke y PHIO M3 PasHBIX POJOB,
HO 3T POZbI GIM3KO POACTBEHHBI X MOTYT OBITH OT-
HeceHbl K ofiHOM Tpube. IToaToMy 0COOBIN MHTEpEC
IIPEJCTABJIAIOT PEJIKIe TUOPUABI MEXKIY 3€IEHOM Ue-
pemaxoit (Chelonia mydas) n norrepxenom (Caretta
caretta), TOCKOJIbKY 9TU BUIBI OTHOCSATCS K Pa3HBIM
TpubaM, KOTOpbIE AMBEPrupoBaiu bosee 50 MuIM-
oHoB Jiet Hazaz (James et al. 2004: 581). B cBsasu ¢
3TUM MOKHO HantoMHUTb BbiBoA A.C. CepeOpoBCKOro
(1935: 72) o Tom, uTO TIpenesnbl THOpUAM3aUK (TI0-
JIyYEHHUsT KMU3HECTIOCOOHBIX THOPUIOB) Y KUBOTHBIX
JIeXaT B paMKaX CEMeNCTBa.

OTMeyast cyecTBOBaHUE MEXKPOIOBBIX THOPUIOB
¥ BO3MOXKHOCTb COXPaHEHUSI TEHOMHON COBMECTHMO-
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CTH JIa)Ke y BHEIITHE Pa3HbIX IITHII, AMEPUKAHCKHIA Op-
uurosor Opauk Tt (Gill 1998: 281) maske 3asBLT:
«Wneosnorust, 4T0 TMOPUANUPYIONTIE BUABI TOJKHBI
OBbITb GJIM3KOPOICTBEHHBIMU, MEPTBa». BO3MOKHO,
3TO M COOTBETCTBYET JAEHCTBUTEIHLHOCTH, HO CKOPEE
BCETO B IPEJIENIax CeMeNCTRa.

TuOpuau3anus Kak BaskHbIid pakTop
BUI000pa30BaHus

Ceiiyac 0YEBHMIHO, YTO TMOPUAM3AIMS BUAOB —
IMAPOKO PACIPOCTPAHEHHOE sIBJIEHUE CPEIN JKH-
BOTHBIX, KOTOPOE BPSIJl JI OTPAHUYUBAETCS TOJIBKO
HamuM BpeMeHeM. Tak, Ha OCHOBE T€HETHYECKUX W
maseoreorpaduIeCcKux TaHHBIX MPEATIONATAETCS, ITO
MHTpOTpeccuss Mexay mMainbMoil (Salvelinus malma)
u kyumxeir (Salvelinus confluentus) npoucxomauia
emé 10 TOCTENHEr0 OJeleHEHUsT Ha CEeBepO-3arajie
Awmepuku (Redenbach and Taylor 2002: 1028). Camu
aBTOPHI HA3BAJIU 9TO <MCTOPUYECKON MHTPOTPECCH-
eit» (historical introgression, p. 1029), mockoabKy
oHa He ocyliecTBisieTcs ceituac. [lonmnas ukcanus
mutoxouapuanbaoit JIHK apkruueckoro rosbia
(Salvelinus alpinus) Gbl1a 0OHAPYKEHA B HOILYJISIIUN
osépHoit aymvu (Salvelinus namaycush) B TTPOBUH-
uu Keebek, Kanama. [TocKo/IbKy TIepBBIN BUJL 371€Ch
HE BOIWTCS, TO TIPEANOJATAIOT, YTO WHTPOTPECCHUS
uMesna Mecto B JieqHukoBbiii mepuoxa (Wilson and
Bernatchez 1998: 130). JI10601bITHO, YTO B APYTUX
03épax 00a Bujia THOPUAMBUPYIOT B 30HE KOHTAKTa C
uHTpOrpeccuei B 06e croponsl. CiieHapuu, 6a3upy-
OIMeCs Ha IPU3HAHUK «OBIBINEH» THOPUAN3AINN U
WHTPOTPECCUH TEHOB, MOJKHO HAITH ¥ B IPYTHX pabo-
tax (Di Candia and Routman 2007: 572; Dowling and
Hoeh 1991: 953; Ferris et al. 1983: 2294; Gyllenstein
and Wilson 1987: 28; Gerber et al. 2001: 2032).

Nckomnaembie HazemHble MOJLTIOCKH poza Cerion
Ha octpoBe Bompmmoit Unarya (Baramer), cyzas 1o
MOP(MOMETPUN  PAKOBUHBI, THOPUIHOTO IMPOUC-
xosxkaenus oburamm ot 3000 mo 16600 et TomMy Ha-
3an (Goodfriend and Gould 1996: 1896). C konIa
MJIEACTOIEHa TPOUCXOAUT TUOPUANZANUS MEKIY
Ha3eMHBIMU MOJUTIOCKaMu poiia Mandarina, 3H-
IeMHKa TUXOOKeaHCKHX ocTtpoBoB bBommu (Chiba
1994: 1552). Bo03MOKHBIE KCKOIIa€Mble THOPHIBI
Mexy KaproBeiMu pbibamu Mylocheilus robustus
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u Acrocheilus latus, nienTndUIMpPOBAaHHbIE II0 Ha-
JIMYUIO YHUKAJIBHBIX CHHAMOMOPGUN 060uX BUIOB,
OBLITH OGHAPYKEHBI B MTO3IHEMUOIIEHOBBIX ¥ TLIHOIIE-
HoBbIX oT0KeHMsX CIITA. VHaue roBopst, THOPUIbL
CYIIIECTBOBAJIM B TeUeHUE He MeHee 2 MUJLIMOHOB JIET
(Smith 1992: 46). IIpeamnosaraeMbie Ha OCHOBE TIPO-
MEXYTOYHOU MOP(OMETPHY TUOPUIBI MESKIY ABYMST
TapaMy BUJIOB UCKOIIAEMbIX CEP/IIEBUAHBIX MOPCKHIX
exelt poga Micraster onvcaHbl U3 BEpXHETO Mejia AH-
. MHOTOBAapUAHTHBIN CTAaTUCTUYECKUI aHATN3
TPEX 0cobell BBIMEPIINX MOPCKHX JIUIUN BBISBUI
UX TIPOMEKYTOYHBIN XapaKTeP MeXK/y XOPOIIO OYep-
yeHHbIMU Eretmocrinus magnificus w Eretmocrinus
praegravis, xuBmumMu 325—345 MUIIMOHOB JIET
Haszan. Hakoner, ruGpuamM3aIiisi MPUBJIEKAETCS IS
0OBSCHEHUST MODP(MOJOTUYECKH — TPOMEKYTOUHBIX
TpuobuToB rpymmbl Viola usz opmosuka CIITA
(cm. Gardner 1997: 47—48). CorsiacHO HEKOTOPHIM
¢danrasuam (Williamson 2006: 599), 6rarogapst Tu-
Opupusanyu B 1okeMOpun (!) BOSHUK/IM MHOTOKJIE-
TOYHbIE )KUBOTHBIE ¥ MHOTHE TUIIbI GECTTO3BOHOYHBIX,
4YTO AKOOBI OOECIeYnsio KeMOPUICKWIA «B3DBIB> B
IBOJIIOIUH.

Xorts B kHUTaxX J. Maiipa (1947, 1968, 1971, 1974)
MEXKBUIOBOM THOPUIM3AIINHN YIEIAIOCH HEMAJIO BHU-
MaH¥sI, TeM He MeHee M3 OMOJIOTMIECKOH KOHIIETIIH
BUJI2 BBITEKAJIO, YTO TMOPUAM3AINKUS KaK sSIBJIEHUE —
9TO BCETO JIUIIb HapyllleHHe MEeXaHU3MOB DEIpO-
NYKTUBHOW HM3OJANMU™ M TOITOMY OHA HE MOXKET
paccMaTpMBaThCS Kak HeKMil (hakTop BUA00GPa3oBa-
uust. OIHAKO TOT/IA JKe HKCIIEPUMEHTATBHO Oblia 060-
CHOBaHa IPOTHBOIOOXHas mo3unus (Lewontin and
Birch 1966: 335), cornacHo KoTopoi TMbpUAM3aIKs
(MHTpOTpeccHst TEHOB) MOXKET OBITh UCTOYHUKOM Te-
HETUYECKOM M3MEHYMBOCTH VISl [IAlITAI[A B HOBBIX
YCJIOBHSIX CPEIbl M BECTH K OBICTPOIL aIalITUBHOI 9BO-
mioruu. OHa MOXET TIPUBOIUTD K GBICTPHIM TEHETH-
YeCKUM M3MeHEHUSIM, BKJIIOYasi XPOMOCOMHBIE Tiepe-
CTPOMKU, U3MEHEHUSI B 9KCIIPECCUU T€HOB U Pa3Mepe
redoma (Baack and Rieseberg 2007: 515). Bosee Toro,
llajke WCKJIIOYUTENbHO HU3Kas KU3HECTIOCOOHOCTH
WJIA TIJIOJOBUTOCTD IIEPBBIX MOKOJIEHUI FI/I6pI/IlIOB HE
BCeT/Ia IIPEI0TBPAIIAET S9KCTEHCUBHBIIH TIOTOK T€HOB U
BO3HMKHOBEHME HOBBIX JBOJIOIMOHHBIX JMHUH, TaK
KaK peaKue TUOPUIHBIE TEHOTUIIBI ¢ OoJiee BHICOKOM
[PHUCIIOCOOJIEHHOCTHIO K HEKOTOPBIM YCJIOBUSIM CPe-

%3Takoe CKOpee HEraTUBHOE MTOHMMAHUe OTPAXKEHO JIa)Ke B Ha3BaHUU IJIaBbl 6, MoCBAIEHHOM rubpuausanun (Maiip 1968:
101, 1974: 83): «Hapy1ieHre U30MPYIOIIUX MEXaHU3MOB (TUOPUAU3AIINS)>.
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IIbl MOTYT PAcCMaTPUBATHCS KaK PEAKUE MYTAaIlWH,
obecreunBaoIme CeJIEKTUBHOE TIPEUMYIIIECTBO CBO-
um HocuressaM (Arnold et al. 1999: 372).

Bo MHOrMX paGoTax OBLIO MOATBEPIKAEHO, 4TO
ruOpuan3aIvs, AeHCTBUTENbHO, TPUBOAUT K TIO-
BBINIEHUIO (DEHOTHITMYECKON M TEHETUYECKON W3-
Mmenuusoctd (Kpiokos u ap. 1992: 139; Smith 1992:
44; Yowipruna u ap. 1995: 886; Gardner 1997: 38;
Roques et al. 2001: 160). Ona croco6CTBYeET MOSIB-
JIEHWIO HOBBIX (DeHOTHIIOB, OTCYTCTBYIONMIMX Y POIH-
teneit (Turner 1971: 481; Wilkens 1971: 542; Tobler
and Carson 2010: 1483). O6mas reTepo3UrOTHOCTh
BbIIIE B TUOPUAHON 30HE, a THOPUAHbBIE 0COOHU TeTe-
PO3UTOTHBI TI0 JIOKYCaM, TI0 KOTOPHIM Pa3InyaioTCs
poznuTesbckue Bumbl. Bosiee Toro, Bo MHOTHX paGoTax
¢ mpuMeHeHHeM 3JekTpodopesa Geakos (Sage and
Selander 1980: 1080; Woodruff 1981: 186; Barton et
al. 1983; Barton and Hewitt 1985: 135; Kocher and
Sage 1986: 28; Kpiokos u ap. 1992: 138; Collins et
al. 1993: 87; Chiba 1994: 1549; Arntzen 2001: 983)
B I'UOPUAHON 30He ObLIO BBISBJIEHO TIOBBIIIEHHE Ya-
CTOTHI PEJIKUX aJlIesiell 1 faxe 0OHapysKeHbI HOBHIE,
OTCYTCTBYIOIIME Y POAUTENbCKUX BHUIOB (HOPMBI
(hepMEeHTOB, TIOJYYUBINKE HA3BAHUE <TMOPU3MMBI»
(Woodruff 1989: 282). XoTst BOBMOXKHBI Pa3/IHYHbIE
MPUYUHBL (M3MEHEHUE CEJIEKTUBHOTO 3HAYEHUS ajl-
JleJiell B HOBOM reHeTHYecKoil 06CTaHOBKe, O0Jjiee BbI-
COKOE MyTHPOBaHHUE Yy THOPHIOB, BHY TPUIIMCTPOHHAS
peKOMOUHAIVSI, TEHETUYECKUH Apeiid), 910 sBeHue
IIOKa He HAILJIO eIé CBOEr0 Y6TKOrO OOBSICHEHNUS, a B
psijie U3yYEHHBIX CIYYaeB OHO He OBLIO OGHAPYKEHO
(Sperling and Spence 1991: 1374 u 1380).

TuGpuAU3aIKs Cpey Mapa3UTUYECKUX BUIOB T10-
3BOJIIET OCBaMBaTh HOBBIE BHBI X03s€B (Schwartz
et al. 2009: 255), yBeIMUUBATD WU [IOHUKATH BUPY-
JIEHTHOCTb ¥ JIaJKe TIEPEXOAUTH K APYTOMY CIIOCOOY
Pa3MHOKEHUsI, HAIPUMEP, OT MOJI0OBOTO K GEeCTIoioMy
(Detwiler and Criscione 2010: 111).

WnTtepecHblit cyvaii, HA3BaHHBIN «30HATbHbIM Pa-
coobpasosanuem» (Searle 1991: 51; Hauffle and Searle
1994: 1388, zonal raciation), 6bLT O6GHAPYKEH B KOM-
TIJIEKCE TOMOBBIX MBIIIIEel Ha ceBepe VTammm, r7ie HoBast
XPOMOCOMHaSI Paca BOSHUKJIA B THOPUIHOM 30HE.

MHorue MccaenoBaHus MOKA3a/I, YTO B PE3YJIb-
TaTe MEKBUIOBON THOPUAUBAIINK MOTYT TOSIBJISITHCS
HOBBIE TIOIBU/IBI ¥ BU/IbI )KUBOTHBIX, KaK AUTLJIOUIHbIE,
tak u mosmtouansie (Bullini and Nascetti 1990;
Dowling and Secor 1997). Pazim4aior 1Ba 10BOJIBHO
Pa3IMYHBIX BapHAHTA THOPUIHOTO BHI00OPA30BaAHUS
(Dowling and Secor 1997: 598; Baack and Rieseberg
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2007: 515; Chapman and Burke 2007: 1774; Mallet
2007: 279). B rtex ciy4asix, Korja ypoBeHb ILIOHI-
HOCTH Y THOPUIHOTO TAKCOHA B Pe3yJIbraTe rMOPUIn-
3aIlUi He M3MeHWICs (MHAYe TOBOPS, OCTAJICS JAUTLIO-
WJIHBIM, KaK Y POIMTEJIEN), TOBOPAT O 20MONIOUOULL.
Takue BUBI TIPEACTABIEHBI OUCEKCYaTbHBIMU (MEH-
JIEJIEBCKMMH ) TIOILYJISIIMSIMU, B KOTOPBIX COXPAHSIETCS
nporiecc pekoMOuHarmu. [109TOMy JaHHBIA BapUaHT
rUGPUAHOTO BUI00OPa30BaHUs B OOTaHUKE TaKKe Ha-
3BIBAIOT pexombunayuonnoim (Tpaut 1984: 242).

Cpenu KMUBOTHBIX TOMOILJIOMHbIE THOPHUIHbIE
BUJIbI, IIPEICTAaBJIEHHBIE OWCEKCyanbHbIMU (MEH-
NEJIEBCKUMHE) TOMYJISIUSAMH, TOBOJBHO peaku. VX
crmcok u3 6Gosee yem 20 IpearosaraeMbIX BUIOB K
IIOIBUZIOB MOJLIIOCKOB, PaKOOODPA3HBIX, HACEKOMBIX
U TO3BOHOYHBIX ObUT OmMy6GiuKoBaH 15 JjieT Hazan
(Dowling and Secor 1997: 608). Ceiiuac oHu m10-
CTOBEPHO WM3BECTHBI, HATIPHMEP, CPEIU HACEKOMBIX
(Sperling and Harrison 1994: 416; Mavéarez et al.
2006: 868; Gompert et al. 2006: 1923, 2008: 5241;
Mavarez and Linares 2008: 4182; Duenez-Guzman et
al. 2009: 2613; Schwartz et al. 2009: 255; Salazar et al.
2010: 6; Kysnenosa u ap. 2011: 20). Cpenu pbib TH-
OpUIHOE IPOUCXOKAEHUE JOKA3aHO JJISI IIPECHOBOI-
HBIX KapnoBbix Gila seminuda n Gila jordani, KoTopsie
paHee paccMaTpuBaHCh Kak noaBuabl (DeMarais et
al. 1992: 2750; Dowling and DeMarais 1993: 444;
Gerber et al. 2001: 2033), a Taxkxe 419 MEKCHKaH-
ckoro MeueHocua Xiphophorus clemenciae (Meyer
et al. 2006: 727). Moozfass 9BOMIONMOHHAS JIMHHUS
6pruka-nogxamentquka ( Cottus Sp.) TRHOPUIHOTO IIPO-
HCXOXIEeHUs HalieHa B Hu30Bbsx Peiina (Nolte et
al. 2005: 2381, 2009: 2616). UtanbsHckuii Bopobeis
(Passer italiae) — 1aBHO U3BECTHBIN BU THOPUIHOTO
npoucxoxaenus cpenu ntull (Ilanos 1989: 227, 332
u 427—-428; Brelsford 2011: 3705). [Ipyroii npumep
TOMOTLIOUTHOTO BU/IA CPE/IH TITHUI] — IPEBECHAS CJIaB-
ka Dendroica auduboni na sanane CIIIA (Brelsford
et al. 2011: 2384). dmomckas nqomoBas Mbimb (Mus
musculus molossinus) n KapuOCKuii HPyKTOSTHBIHA
mucroHoc (Artibeus jamaicensis schwartzi) ABISIOTCS
MIPOAYKTOM TUOPUAN3AIUY APYTUX (IO )BUIOB, MEI-
Bexuit Makak (Macaca arctoides) — 1ByX BUIIOB, a He-
JIaBHO OIMCAHHBINA 6a0yMHOMONOOHBIA Rungwecebus
kipunji — naxe nByx pomos (Shurtliff 2011: 9—10).
TubpumHOE MPOUCXOKIEHIE TOKA3AHO AJIS UILITOW]-
Horo noasuaa Daphnia galeata mendotae B CeBepHoii
Awmepuxe (Taylor et al. 2005: 535).

IMomaraioT, 9TO TOMOILIOMHOE TUOPUIHOE BUAOO-
GpasoBaHe OCYIIECTBJISAETCS OTHOCUTENBHO OBICTPO,
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XOTSI TMOJIHAsE CTaOWIM3anusi TUOPUAHOTO TeHOMA
MOKeT 3aHuMaTh coTHu Tokosenuii (Buerkle and
Rieseberg 2010: 274). Cam 3TOT MOIYC BBIZIBHUTAET
HECKOJIbKO BajKHBIX TPOOIEM: 3TO — oOpasoBaHUe
CTaOUIM3UPOBAHHON  THODMIHON  MOIYJISIIUH,
CIIOCOOHOM K CaMOCTOSITEJIbHOMY PasBUTHIO, M €€
HKOJIOTMYECKOE Y PENPOAYKTUBHOE 060CO0IEHNE OT
POIUTENBbCKUX BUOB. /lelicTBUTEIBHO, €cau poau-
TEeJbCKUE BUJBI HETIOJHOCTBIO PEMTPOAYKTUBHO HM30-
JIMPOBAHBI, TO TaKasl U30JAIMS Y 3aPOKAAIOIIEr0OCs
ruOpUAHOrO BUA J0JKHA OBITH emIé caadee.

BbLu npeiosKe bl 1Ba OCHOBHBIX MEXaHU3Ma Io-
MOILJIOUIHOTO BU000pa3oBaHus. COrJIacHO epBOMY
U3 HUX, B Yepeie THOPUIHBIX TIOKOJIEHUN BO3HUKAET
HOBasi pEKOMOUHAIIMOHHAS (HOPMa, TOMO3UTOTHAS 110
Pa3HBIM HE3aBUCUMBIM XPOMOCOMHBIM TIE€PECTPOIi-
KaM, 110 KOTOPBIM Pa3IuYaInuCh POAUTENbCKIAE BUBL.
ITO TO3BOJISIET HOBOMY PEKOMOMHAIIMOHHOMY BUILY
(recombinational species) 6BITH TJIOAOBUTHIM TIPU
CKDEIVBAHUSAX BHYTPU Ce0OST M CTEPUIIBHBIM TIPU
CKPEIMBAHUAX C JIOOBIM U3 POAUTETHCKUX BUIOB.
JIpyroii MexaHW3M IIPUBOAMT HOBYIO THOPUAHYIO
dbopMy K cTaGUIM3AIMU Yepe3 CErperaruio BHEI-
HUMU GapbepaMu, 0/, KOTOPHIMHU TIOPa3yMeBAIOTCS
9KOJIOTHYECKHI 0TO0Op M auddepeHIyanys HUAIIL.
Jlpyrumu cioBamu, THOpUAHAs (HOpPMa, BO3HUKAS B
VCTIOBUSX CHUMIIATPUU C POIUTENBCKAMU BUIAMHU,
3aTeM JIOJUKHA 3aHUMATh HKOJOTHYECKYIO HHUIIY,
HermpueMjeMylo s poauteneir. KommbiorepHoe
MOJIETUPOBAHUE TMOKA3a/I0 BaXHOCTh KaK TEeHETH-
YECKMX, TaK ¥ 9KOJOTUYECKUX (PaKTOPOB IIPU TOMO-
IJIOMIHOM TMOPHIHOM BUI006Pa30BAHUY, BKJIHOYAST
MIPOCTPAHCTBEHHYIO U30JIAIHIO Yepe3 a(pdheKT 0CHO-
Baresst (Buerkle et al. 2000: 449). Xorst ato 66110
paspaboTaHo s PACTEHM, HO CJIydail KOJIOHM3a-
MM TUOPUIHBIM BHIOM 9KCTPEMAJBHBIX YCJIOBUH,
rje He OOMUTAIOT POAUTENBCKHME BUIBI, HEIABHO OBLI
obHapyskeH miasa 6abouek poma Lycaeides (Gompert
et al. 2006: 1923). TuGpuaHbIH GBIYOK-TIOIKAMEHIITUK
(Cofttus sp.) TaksKe 3aHsIT y4aCTKU B HU30BbsIX Peiina,
rae He obutaior poaurenbckue dopmer (Nolte et al.
2005: 2379).

OpnHako mpu TeorpaWYecKOl W3OJSANWU TH-
OpuiHAs TOIYJIAUSA MOXKET CTaOMIM3MPOBATHCA B
TOMOTUTOUHBIM THOPUAHBIN BUm U 6e3 amamTaifiu
K HOBBIM WJIM SKCTPEMAJIBHBIM YCJIOBUSAM CPEIbI
(Brelsford 2011: 3706). Tem He MeHee Cpely KHUBOT-
HBIX U3BECTHBI KaK aJIJI0- WJIH TaparaTpUYecKue, TaK
¥ CUMIIATPUYECKHE XOTsI OBI C OMHUM U3 POAUTENEH
Buzbl (Mavarez and Linares 2008: 4183).
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IIpo6seMa pPENPOAYKTUBHOW H3OJSAIMN 3HAYM-
TEJIbHO JIerde PEIaeTcsi B CJAydYae yXofa TUOPHI-
HOU (hOPMBI OT MEH/IEJIEBCKOTO HaCJje/0BaHus. B
KauyecTBe MpUMEPa MOXHO MPUBECTH KapUOCKMiA
pudoBslii  Kopamn Acropora prolifera, xoropbiii
(axTHYECKM TIPEACTaBAsAET cOO0I0 TUOPU TIEPBOTO
nokosenus (F,) mexny cummarpuaeckumu Acropora
cervicornis u Acropora palmata. HecMoTpst Ha CBOIO
IUTLIOUAHOCTD, Acropora prolifera we sBnsercs
TOMOILJIOU/IHBIM, W PEKOMOMHAIMOHHBIM BHIIOM
B CTPOTOM CMBICJIE STOTO TEPMHUHA, TaK KaK CIIOCO-
GeH KJOHATBHO Pa3MHOXKAThCS 4Yepe3 Oecrosyio
(bparMeHTaIMIO, YTO MO3BOJISIET €MY CYIIECTBOBAThH
moTeHIMaabHo odeHb mosroe Bpems (Vollmer and
Palumbi 2002: 2025; Willis et al. 2006: 502). Msarkuit
eBpomeiickuii Kopajur Alcyonium hibernicum, xots u
CUMIIATPUYEH TOJIBKO C OJHUM U3 TPEAMOJIATaeMbIX
PONUTENBCKAX BWIOB, TaKKe WMEET TUOPUIHOE
mpoucxoxaenne (Mcfadden and Hutchinson 2004:
1501) u, MO-BUANMOMY, XapaKTePU3YETCsI MEHOTHYE-
CKHMM TApTEHOTEHE30M WJIM OOJIUTATHBIM CAMOOILIIO-
norsopenueM (selfing, «camoomnbLieHues ).

Buipl, coueTaronue ruGpUIHOE TPOUCXOKIEHHE,
pasHble BapHAHTHI KJIOHAJIBHOTO HACIENOBAHUS U
TIOJIUILIOU/TNIO, TOPA3/I0 MHOTOYKCIIEHHEE TOMOILIO-
UIHBIX WJIM PEKOMOMHAITMOHHBIX BU/IOB. AHAJIN3 pa3-
HOOOPa3HBIX JAHHBIX TPUBEN K (HOPMYIUPOBAHUIO
KoHTIeIHu ceTyaToi aBosonnu (bopkun u [lapes-
ckuit 1980; Bacuibes 1985; Mapesckuii 1986, 1995;
I'pebembnsbiii 2008; Bacuabes u ap. 2010). B pesyiib-
Tare TMePBOHAYATIBHON THOPUAN3ANUY IUILJIOMIHBIX
IBYIOJBIX (MEH/ENEBCKHUX) BUIOB MOTYT BO3BHUKATh
IVITLIOW/IHBIE KJIOHATbHbIE, Yallle BCETO OIHOIIOJIbIE
BU/II, KOTOPbIE MyTEM BO3BPATHOI rHOPUAM3AIMI
06pasyioT Buabl ¢ (oJjiee BBHICOKOW TUIOMIHOCTBHIO.
ITepexon OT mu- K TOJUIIOWAMKA OCYIIECTBISETCS
Yyepes TaK Has3bIBAEMBIN mpuniouduvii mocm (3n cra-
IIVII0), XOTsI TEOPETUIECKU BO3MOXKHBI U IPyTHE Ba-
puanTsl. Ha pacTeHusx 6110 MOKa3aHO, YTO YPOBEHD
TEHETUYECKOM IMBEPTEHINN MEXKY POTUTETbCKAMU
BUIAMHU TIPY TOMOILUTOUAHOM THOPUIHOM BHI006pa-
30BaHUU B CPEHEM HIKE, Y€M TIPU MOJIHUIIIOUTHOM
(Chapman and Burke 2007: 1778). IIpeamosara-
€TCs, YTO TIOJUILION/INS 4allle JOJKHA BO3HUKATH
B YCJIOBUAX HECTAOUJIBHOCTH CPEABI B TEPUOI pa3-
MHOXKEHUSI, YTO GOJIbIIIE COOTBETCTBYET YMEPEHHbIM,
Heskenu TponudeckuM perroraMm (Mable 2004: 459).

BosbIIMHCTBO  TIOJMILIOUHBIX BUAOB CPEAU
MHOTOKJIETOUHBIX >KMBOTHBIX — TETPAILIOUBI (47),
HO HeKOTopble AocTuraioT 12n (Hampumep, cpenu
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apUKaHCKUX TITOPIEBBIX JIATYIIEK poia Xenopus).
B HacTosiiee Bpemsi TPUPOJHBIE TIOJUILIOUIHBIE
KOMILJIEKChI U3BECTHBI ¥ CAMBIX Pa3HBIX JKHBOTHBIX:
CpelV PasIM4HBIX TPYII YePBel, MOJLITIOCKOB, PaKo-
00pa3HbIX, MHOTOHOMEK, THXOXOJOK, MayKooOpas-
HBIX, HACEKOMBIX U MO3BOHOYHBIX, KPOMe TITHIL (CM.
Dowling and Secor 1997: 600; Ipebenbbiii 2008, Tab.
2). Bropax Asum ot Ilamupa no 3anagubix [umanaes
OOHapyKeHbl [aKe IIEePBble O08yNoible THOPUIHbBIE
BHU/IBI TTO3BOHOYHBIX C Heuémrou (3n) MOJUTLIION-
nwmeit (Stock et al. 1999, 2011; Bopkun u ap. 2011;
Litvinchuk et al. 2011; JIutBunuyk u ap. 2012), cama
BO3MOKHOCTb KOTOPBIX PAHEE OTPUIAIACE.

TakuM 006pa3oM, CYET WM3BECTHBIX THOPUIOTEH-
HBIX BUJIOB CPEM XKMBOTHBIX B TPUPOAE YKE UIET
Ha COTHH, XOTS U3YYEHUE HTOTO CIIOKHOTO TIPOIIecca
9BOJIIONUU C TIOMOMIBIO ATE€KBATHBIX COBPEMEHHBIX
METO/IOB HAYAJIOCh OTHOCUTEHHO HemaBHo (BopkuH
u JlapeBckmii 1980: 502).

OnHaKo, MOMUMO TIOJIOKUTETBHBIX YEPT, THOPH-
MBIt MOYKET IPUBOAUTD K M3MEHEHUIO T€HO(DOH-
113, BBITECHEHWIO M BRIMUPAHUIO BUIOB (CM. HIKE).

TuGpuausanus u npo6jieMa OXpaHbl BU0B

Opucer Maiip (1968: 114) mosaran, 4To y Xu-
BOTHBIX I'MOpPHAW3AIMs Yalle BCEro IPOUCXOAUT B
W3MEHEHHBIX YETOBEKOM IIPUPOAHBIX HKOCHCTEMAX,
r7e OBbLIM pa3pylleHbl IIPerpaabl MeXXIy OHOTOIAME
(cM. Takxke Anderson and Stebbins 1954: 380). Xora
cefiuac y’Ke XOPOIIO WM3BECTHO, TUOPUAU3AIUS BH-
JIOB — 3TO €CTeCTBEHHBIM HBOJIIOIIMOHHBINA IPOIECC,
YaCTO TPOUCXOASINN B AWKOW TIPUPOJE, OMHAKO,
HECOMHEHHO, YTO BMEIIATeJbCTBO YeJI0BEKa CII0CO0-
CTBYET €T0 YCKOPEHUIO IIyTEM MaCCOBOTO U3MEHEHUS
MeCT OOMTaHuUs, a TaKKe MCKYCCTBEHHOTO paccelie-
uus BuoB (Remington 1968: 380—-381; Hewitt 1989,
Table 4; Gardner 1997: 51; Allendorf et al. 2001: 616).
ITO MOXKET IMPUBECTHU K TIOTEPE DKOJIOTUIECKOM pas-
HOPOJHOCTH ¥ K T€HETHYECKON TOMOTEHU3AIINH, YTO
JOJIKHO IIPUBJIEYh BHUMAHUE SKCIIEPTOB B 00IACTH
oxpanbl ipupoas! (Seehausen et al. 2008).

JL.S1. Bopkun u C.H. JIutBunuyk

Crusen O‘Bpaiien u D. Maiip (O’Brien and Mayr
1991: 1187) ykasaiu Ha OMACHOCTH HETPABUJIBHOTO
TOJIKOBaHUSI TIPOIIECCOB TMOPUAMBAIMHU JIJISI OXPAHBI
BuzoB (cM. takxe Allendorf et al. 2001: 614—615).
Cornacro 3akoHogarenbeTBy CIITA, rubpumbl MeXK Iy
VICYEe3aI0IIMY BUIAMU, TTOJBUIAMU WJIH TIOILYJISIITH-
SIMM He JIOJKHBI TOTeXaTh oxpate. OHaKO yKe 0X-
paHsAeMBbIE BUIbI ¥ TTOBUBI MOTYT MMETh THOPUIHOE
TTPOUCXOJK/IEHIE VI OBITh TEHETHYECKH MOIM(DUITH-
POBaHBI 32 CYET 3aMCTBOBaHUS Yy KUX FeHOB. B ka-
4ecTBe IPUMEPOB ObLIY TIPUBEIEHBI TaK HA3BIBAEMAST
(opuackast maHTepa, MOABU MPUGPEKHOTO BOPO-
6bs1 Ammodromus maritimus nigrescens, BBIMEPIIUHA B
1987 r.,’* acuMMeTpUYHAS HHTPOIPECCHUS FEHOB KO-
ora (Canis latrans) B renomsl ceporo (Canis lupus) u
poikero (Canis rufus) BOJKOB. YKa3aHHBIE aBTODPBI
TIO/IIEPIKAIN M3JI0KEHHYIO BBIIIE «TUOPUAHYIO TIO-
mutuky» (Hybrid Policy) Toabko B oTHOIIEHUN COO-
CTBEHHO TMOPUIOB MEXITY OUOJIOTHIECKMMU BUIAMU
(B nonuManuu J. Maiipa). OznHako, 10 UX MHEHHUIO,
CYIIECTBOBaHWE CTAOMIBHBIX THOPUAHBIX 30H HE Jie-
3UHTETPUPYET TEHETHUYECKYIO I[€TOCTHOCTh KOHTAK-
TUPYIONIUX BUOB, KaK U CIyJYaiiHAS MHTPOTPECCUSL.

TeM He MeHee WHOT/Ia MOXKET BO3HUKATH TIPOOIIe-
Ma [IOTE€PH CTPOTON WIEHTUYHOCTHU TOTO WU WHOTO
BUZa, KaK, HAIPUMED, B CJIy4ae PBHIKETO BOJIKA.
JleficTBUTENBHO, pa3pylieHe GUOTONA W TaJeHue
yucaeHHoctu Canis rufus mo3BOJSET KOHOTY BHe-
ApAThCS B ero apeas. VX rubpuamsanusi mpuBesa
K MCYE3HOBEHUIO TIOUTU BCEX MOMYJISAIUI PBIKETO
BOJIKA M3-3a TEHETHYECKOro cMemienus.” B aurepa-
Type 0OCYKIAETCs BOIPOC O BO3MOKHOM TUOPHII-
HOM IIPOUCXOKJEHUM U TAKCOHOMHYECKOM CTaTycCe
PBDKETO BOJIKA B PE3YJIBTaTe CKPEIIUBAHUS CEPOTO
BOJIKA ¥ KOMOTA, IPUYEM [IAIOTCST Pa3IUYHbIE OIeH-
KU Bo3pacTa Buza (OT COTEH IO THICSY JIET), XOTS
€CTh W TIPOTUBHUKY 3TOM TMOPUAHON KOHIIEIIINU
(cm. Rhymer and Simberloff 1996: 87; Allendorf
et al. 2001: 619; Shurtliff 2011: 9). ITonaratot, uTo
6uosorndeckast kouuemnuus suna (Maiip 1968) He
OY€Hb TIPUTOJHA B OTHOIIEHUU THOPUANIUPYIONUX

5B 1980 r. maATh ocobell GBUIM CKPEIeHbl B HeBoje ¢ MOP(OJIOrMYecKr OIM3KMM U Takxke (DIOPHUACKMM IIOABUIOM
Ammodromus maritimus peninsulae. Onaako B 1981 r. 66110 BbICKa3aHO OUIUATHHOE MHEHHUE, YTO TUOPU/IBI MEKLY HUMH
(Kak ¥ MeKIy JIOOBIMU IPYTUMHU TIOABUIaMU) HE MOTYT TIPEJICTABJIATh MHTEPECA B IJIAHE CTIACEHWS BBIMUPAIONINX BUIOB

(The Endangered Species Act).

%K 1980 r. pbUKUN BOJK PACCMATPUBAJICS KAK MOJHOCTHIO BHIMEPINHIA B MpUpPO/E. BCsi HBIHENTHSISI OMy AU PHIKAX
BOJIKOB TIPOM30IILIA OT 14 ocobeit, conepkasmuxcs B HeBosie. Ceityac B Mupe HacuuThiBaeTcs pumepHo 270 ocobeit, 100
U3 KOTOPHIX ObLIO BhIMymIeHo Ha Boio B Ceeproit Kaposvte. BumoBoii craTyc phIKero BOJIKa, Kak W €r0 TUOPUHOCTb,
OCTapuBaeTcs; GOJBITUHCTBO AaBTOPOB TIOJIATAET, YTO OH TIPOU3OIIEN OT KotoTonono6Horo mpeaka (cm. Shurtliff 2011: 9).
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BHJIOB B ITaHe ux oxpanbl (Perry et al. 2001a: 1664,
2001b: 1163).

Kapmossie pei6s1 poza Gila, oburatoniue B 6acceii-
He peku Kosopazno Ha ceBepo-3amazie CIIIA u Haxo-
ISIIMECST B YTPOXKAEMOM COCTOSTHM, TAKKe BHI3BIBA-
10T 03a604eHHOCTh. Heobbruroe Mopdoaornaeckoe
U TeHeTHYecKoe pasHooGpasue, 06YCIOBIEHHOE TH-
Opunusariveil, IpUBOAAIIEH He TOJBKO K MHTPOIPeC-
CHU TEHOB, HO JIa’Ke K BO3HUKHOBEHUIO TMOPUIHBIX
BU/IOB (CM. BBIIIE), TIPETOIATAET Pa3pabOTKy Mep
[0 OXPaHe BCEro KOMILIEKCA ITUX PbIO, a He TOIBKO
OT/ZeJIbHBIX €T0 YIEHOB (BUIOB U TIOABUIORB), C TEM,
4TOOBI IEHHASI TEHETUYECKAs U3MEHUYNBOCTH He ObLIa
yrepsina HaBceraa (DeMarais et al. 1992: 2750).

Oco6yio 1pobJieMy IPENCTABIISIIOT Pa3IMIHOTO
pona BceleHWsI M WHTPOMYKIIMK Pa3HBIX BHUIOB B
ayskue 30Hb1 o6uTanust (Mooney and Cleland 2001:
548), 4TO MOXKET BBI3BATh TUOPUAM3ALUIO C MECTHBI-
MU BUIaMU. ITO TOKA3aHO B IIEIOM psifie paboT 1Mo
poibam (Gyllenstein et al. 1985; Echelle and Connor
1989; Child et al. 1996; Allendorf et al. 2001; Hitt et
al. 2003; Metcalf et al. 2008), peurbim pakam (Perry
et al. 2001a, 2001b), xBocTaTeiM ampubusam (Arntzen
2001: 983; Ryan et al. 2009: 11169; JIuTBUHUYYK U
Bopxkusn 2009: 177) u onersim (Goodman et al. 1999).

B psame ciydaeB ruGpuamsaiys MOXET IIPHUBO-
JIUTh K BBITECHEHUIO ¥ BHIMUPaHUIO BUIOB. Ocobyio
OCTPOTY 9TO TPUOOPETAaeT TNpU KOHTaKTe OoJee
MHOTOYWCJIEHHOTO BHIa C PENKWMM, Ha YTO YKasai
emé B.A. 3acmaBckuit (1967: 7). WuTpomykuus
ceBepoaMepMKAHCKON KpAKBbl Anas platyrhynchos
B Homyio 3emanauio mnpuBesia K THOPUAMBAIUKA C
MecTHO# Anas superciliosa ¢ 0OpasoBaHNeM DPEIPO-
IOYKTHBHO YCIIEIIHBIX TMOPUAOB M OUJIaTepaJbHOI
UHTPOTPECCUel, 4YTO, TO-BUAUMOMY, IIPUBENET K
MoTepe WAEHTUYHOCTH abGOPUTeHHON YTKM KakK OT-
nenbHoro Buaa (Rhymer et al. 1994: 976). MssecTHO
MHOTO aHAJIOTHYHBIX CJIYYaeB, KaK C MITUIAMH, TaK U
npyrumu xkuBotHbIME (ITaros 1989: 37; Rhymer and
Simberloff 1996; Gill 1997: 523, 1998: 282; Perry et
al. 2001a: 1664, 2001b: 1163; Chan et al. 2006: 503).
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ABSTRACT

The history and current state of a problem of use of characters of early stages of development in reconstruction of
phylogeny and systematics is considered. The point of view of modern phylogenetics on absence certain criteria
for polarization of characters by ontogenetic method and on use possibility ontogenetic transformation series as
usual characters for reconstruction of phylogeny is accepted now. The characteristic of modern representations
about events of morphogenesis is given. It is underlined that working out of the ordered classification of events of
morphogenesis within the limits of morphological terms remains not finished till now. Examples of application of
characters of early stages of development for construction of system of bony fishes are resulted.

Key words: morphological characters, ontogeny, phylogeny, systematics

Kparkas uctopus npo6ieMbl COOTHOIIEHHS CKOIl cuCTeMaTHKe, MeTO/Ibl KOTOPO# B IIpUMEHEHNN
OHTO- U puIoreHe3sa K MOPGhOJIOTUYECKUM TPU3HAKAM Ha TEKYIUH MO-
MEHT IIPEeJICTABJIAIOTCS Harnboree 000CHOBAHHBIMU 1

JanHas craThsl TIOCBSIEHA PacCMOTPEHUIO  paspaboraHHbIMU. K HacTosimeMy BpeMeHU OmyO/im-
BOIIPOCA WCHOJIb30BaHMS MOPGOJOTHYECKUX TPU-  KOBaH IEJbIA P MCTOPUYECKUX 0G30POB, IIOCBS-
3HAKOB PAHHUX CTA/[Al OHTOTEHE3a B (DUIOTEHETHYE-  IMEHHBIX WCCIEMOBAHUSAM TPOOTEMBI COOTHOIIEHWS



Hcmonp3oBanue IIPU3HAKOB PaHHUX CTaI[I/Iﬁ Pa3BUTUA

OHTO- U (UIOTEHETUYECKUX ACIEKTOB B HBOJIONUU
(Mupsosin 1963; Gould 1977; Mapreros 2011 u
Ip.), TI03TOMY sI HaMedy JIMIIb OCHOBHBIE BEXW HUX
Pa3BUTHSI, ONMMPAsCh HA TPUBENEHHBIE PAaOOTHI. Pe-
KaNUTYJIAIWYA WA TIOBTOPEHUS B WHANBUILYATbHOM
PasBUTUU TIPU3HAKOB, CBOMCTBEHHBIX IIPEIKOBBIM
(dbopMamM, OBUIM OTMEUEHBI YK€ CAMBIMH DPaHHUMU
GUOJIOTaM¥, B TOM YKCJI€ BBIIAIOIMMHKCS 300I0TaMU
XVIII u nayana XIX Beka, cpeZii KOTOPBIX MOXKHO
HazBaTh JKobdpya Cenr-Unepa u Hukosmoca Mek-
kens-miamirero. Kapn Bap (Baer 1828) mepBbiM
OTIMICAJT SIBJIEHVIE PEKATTUTYJISAIUU 1 CHOPMYINPOBAI
3aKOH 3apOJBIIIEBOTO CXOJCTBA, BKJIIOUAIONTIH 4
CaMOCTOSITENIBHBIX TOJOXKeHuss. COriacHO BTOPOMY
3aKOHY 3apOJBINIEBOTO CXOACTBAa bapa, MHIUBUAY-
aIbHOE Pa3BUTHE TIPOTEKAET OT OOIIETO K YaCTHOMY.
B oHTOreHE3€ MPOUCXOMUT MOBTOPEHME TIPU3HAKOB
3apOIBIIIEN IIPEIKOBBIX TPYIII ¥ TIOTOMKOB B IIpefie-
Jiax ofiHOTO Mopdoorudeckoro tuma. [locse mybiu-
Karuu Teopuu sBosonuu Jlapsuna IpHeT [exkenb
(Haeckel 1874) cosnan mepBoe B MCTOpUY GHOTOTHN
(umoreneTyecKoe IPeBO M3BECTHBIX TOTZA JKUBBIX
OPTaHM3MOB, II0 CYIIECTBY, SIBUBIINCH OCHOBATEIEM
dunorenernku. Ilpu moctpoenuu dumoreneTuye-
ckoro apeBa Iekkejb ommpajcs Ha pas3pabOTaHbIit
uM Metoj TpoiHoro napamienusma (Haeckel 1866),
HBIHE U3BECTHBIN KaK Tpraa [eKKeis: nccieoBaHus
MOp®hOIOTHH, OHTOTeHE3a U TaJIEOHTOIOTHY. B aToit
ke pabore Texkesb BBEJ HbIHE OOIIETPUHATHIE TEP-
MUHBI <OHTOT€HE3», «(UIOTEHE3>, «TEeTEPOXPOHI>
U cHOpMyIUPOBAJ OCHOBHOM GMOT€HETUYECKUH 3a-
KOH, COTJIACHO KOTOPOMY OHTOT€He3 eCTh KPaTKoe U
cxaroe IIOBTOpPeHUe (peKanuTy ) guiorenesa.
OCHOBHBIE TOJIOKEHUSI OMOTEHETUYECKOTO 3aKOHA
CBOIATCS K TIPUOOPETEHUIO TOTOMKAMU HOBBIX TIPH-
3HAKOB IIyT€M HA/CTAaBOK KOHEYHBIX CTaauil pas-
BUTHS IPEIKOB U KOHAEHCAIINY WU aKCeJepaluy B
Pa3BUTUU MIPU3HAKOB B3POCJBIX IIPENKOB, B PE3YJIb-
TaTe 4ero IOsIBIeHIe STUX IIPU3HAKOB B OHTOTEHe3e
TTOTOMKOB TIEPEHOCUTCS Ha Bee 60Jiee paHHWE CTa K
pasButusa. OQHAKO TIOJHOE TIOBTOPEHUE B3POCIBIX
CTaJVil IPeKOB B Pa3BUTUYU IOTOMKOB HapyIIaeTCsI
IieHoTeHe3aMu (IMOPUOHATIBHBIMU VU JIMIMHOYHBI-
MU aJanTanysiIMi) ¢ HEDABHOMEDHBIM TEMIIOM aKce-
JIEpaIiy OPTAaHOB WJIU T€TEPOXPOHUSIMIL.

Ve Terenbayp (Gegenbaur 1889) BwicTymua ¢
KPUTHUKON GUOTEHETUYECKOTO 3aKOHA, OTMEYast, 4TO
OHTOTEHE3 HE SIBJISETCS CTPOTON PEKAIUTYJISIuei
¢unoreneza. OH pasnensn Touky 3peHust [ekkers,
YTO OHTOreHe3 IIPeICTaBAseT COOON BasKHBIA ¥HC-
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TOYHMK uHGbOpManuu st (UIOTEHUH, OIHAKO,
U3-32 OCJIOKHEHWH, NPUBHOCUMBIX B Da3BUTHE
[[EHOTEHETUIECKUMU MOAUGDUKAIMIMHE, JI00asi TMO-
CJIEZIOBATEIBHOCTh Pa3BUTHUST JIOJKHA KPUTHIECKU
OIIEHUBATHCS TI0 CPABHEHHUIO C APYTUM TAKUM PSIIIOM
U aHATOMHUEN B3POCJBIX OPraHU3MOB IIPEXKIE, YEM
CTaTh JI0Ka3aTeIbCTBOM [JIs1 (DUIIOTEHETHIECKUX T10-
crpoenuii. HeCKOJIbKO TI03/IHEE MCCIIeNOBAHMSI PaH-
uux reretukoB (Morgan, 1934; Golgshmidt, 1938;
Ford and Huxley 1927) BbisiBUIN UCKYCCTBEHHOCTb
GUOTE€HETHYECKOTO 3aKOHAa ¥ HECOCTOSITENBHOCTD
B3IJISIOB O Pa3BUTUH HOBBIX IPU3HAKOB JIMIIb CIIO-
co60M HaJICTAaBOK OHTOTEHEe3a TIPEIKOB.

OHToreHeTHYECKHii METOoa

B cBsa3u ¢ mosiBieHMeM HOBOH MeETOOJIOTHH
(¢unoreHeTnIecKoro aHamu3a (Kaaau3Ma) B HAyTHOU
sguteparype 70—80-x To[0B MPOILIOrO BeKa BHOBb
BO3HUKJIA TUCKYCCUS O 3HAYEHUU TIPU3HAKOB Pa3BH-
TUsT MOPGOJIOTHMYECKIX CTPYKTYP B OHTOTEHE3€ IS
TOJISIPU3ANUN TPEOOPa30BaHUi TTPUSHAKOB B3POC-
JIBIX OPTaHU3MOB B (puyioreHe3e (OHTOT€HETUIECKU
meton). OcHoBarenp kiaamaMa XenHHur (Hennig
1966) BBICTYIIA IPOTUB UCIIOIb30BAHUS IIPU3HAKOB
Pa3BUBAIOIIETOCSI OPraHU3Ma B (DUIOTEHETUYECKOU
cucreMatvke. CpaBHUTEIbHBINM aHAIN3 BUIOB B €T0
paboTe OrpaHWYeH TOJBKO TPU3HAKAMU WX B3POC-
qoro cocrostaus. [Ipu aToM B mambHeliieM XeHHUT
BCe JKe TIBITAJICS OTPENeNUTh PA3JIUYHbIE CTEIeHU
NOCTYTIa Pa3BUTHUS B OHTOTEHe3e JJISI CUCTEMATUKU
(Hennig 1982).

BoapmuHCTBO TOCHENyIOMUX HCCAefoBaTesen
MO-TIpeXXHEMY IIPU3HAIOT HCKIIOYUTETBHYIO BaX-
HOCTb WCCJIEAOBAHWSI DAaHHUX CTaguil OHTOTeHEe3a
ms pekorerpykimu puorernn (Nelson 1973, 1978;
Lundberg 1973; De Queiroz 1985; Kluge and Strauss
1985; Williams et al. 1990). Heabscon (Nelson 1973,
1978) npeanpHHsII MOMBITKY IPEACTABUTH GHOreHe-
TUYECKUi 32KOH B BUJIE TEOPEMBI 00 HBOIOIIMOHHON
MOJIIPHOCTY TIpu3HakoB. OH BBICKA3aJl MHEHWE,
YTO WCIOJB30BAHUE OHTOTEHE3a IS TIOJISIPU3ALUU
MIPU3HAKOB OCHOBAaHO HA COXPAHEHWH Y ITOTOMKOB
TIPEZIKOBBIX OHTOTEHE30B, II03TOMY TEPMUHAIbHAS
HAJICTAaBKa SIBJSIETCS. OCHOBHBIM CIIOCOOOM 3BOJIO-
MM OHTOTeHe3a. HenbCOHOM OBLT BBIABUHYT P
MOJIOKEHWI, CBSI3aHHBIX C (ambcupukanmein 61mo-
TeHETHYECKOTO 3aKOHA. DUOTEHEeTUYECKUH 3aKOH
npusHaetcsi QanpcuduipyeMpiM. bBosiee mupoko
pacIpoCcTpaHeHHBIN MPU3HAK PAaCCMATPUBAETCS Kak
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TIPUMUTHUBHBIN, MEHEee IMINPOKO PAaCIIPOCTPAHEHHBIN —
npoaBuHyThiit. Henbcon dhopMymmpyer tpu criocoba
onpezesenus nonsspaocTr npusHakos (Nelson 1978),
OCHOBaHHBIX HA METO/le TPOMHOTO MapaJlIeTu3Ma
Texkesnst. MeTos BHEITHEN IPYIIITBE: IPU3HAK, OOHADY -
SKeHHBIU 32 TIpeJle;laMi TAaKCOHOMMYECKOU TPYIITBI U
BHYTPH Hee, IPU3HAETCS TLIE3MOMOP(MHBIM, TPU3HAK
BHYTPY TAaKCOHOMUYECKOUN TPYIIIBI — allOMOP(MHBIM.
[TameonTOMOTMYECKMIT METOM: TTPU3HAK, HAUJIEHHBINA
y 6oJiee IPEBHETO UCKOTIAEMOTO, TPU3HAETCS TLIE3H-
oMophHbIM. OHTOTEHETUYECKHI METOJ: MPEIKOBBIM
MpU3HaeTcss HauboJiee MUPOKO PACIIPOCTPAHEHHBIH
MPU3HAK; WCIIOJIb30BAaHUE ITOTO METO/IA OTPAHIYEHO
CJIy4asiMU, TIPU KOTOPBIX BPEMEHHASI TI0CJIEIOBATEb-
HOCTb OHTOTEHETUYECKUX TPAaHC(HOPMAITUIA TIPOUCXO-
uT OT 60JIee 00IIeH UK ITUPOKO PACIIPOCTPAaHEHHOM
k MeHee obmeit. Hemscon (Nelson 1978) pacemarpu-
BaeT JIBE BEPCUY OHTOTEHETHYECKOTO MeToza. [lepBas
13 HUX IPEACTaBjgeT coboii Bropoii 3akoH bapa. C
TOYKM 3pernst HembcoHa, OHA UMEET COMHUTETBHYIO
IIEHHOCTh, TaK KaK OCHOBaHa Ha YHHWBEPCAJIbHOMN
BCTPEYAEMOCTH  (PUIOTEHETUYECKOTO M3MEHEHUS
TTOCPEAICTBOM MOMUMDUKAIIUYA TEPMUHATBHONU OHTO-
reHeTudeckuii craauu. Ilo BTOpoit Bepcuu (camoro
HenbcoHa), OHTOTEHETHYECKHI METOZ MOXKET OBITh
BBIBEZIEH U3 akcuoMbl (rtorenuu. OH OCHOBaH Ha
TeHEePATM3AIIIY ¥ OTPAHUYEH CJIyYassMH, B KOTOPBIX
OHTOTEHETHYECKUE IPeodpa3sOBaHUSA IIPOUCXOMIST
ot GoJiee IMPOKO PaCIPOCTPAHEHHOTO MPU3HAKA K
MeHee pacIpocTpaHeHHOMY. TakuM 06pa3oM, ¢ TOUYKH
3penusi HenbcoHa, OHTOT€HETUYECKUU METOM [AeT
MPSIMYIO BAJIUIHYIO OIEHKY (DUIOTEHETHYECKOTO
TPU3HAKA; METOI BHENTHEN TPYIIIBI aeT KOCBEHHYIO
OIIEHKY; TAJIEOHTOJOTMYECKHII METOZl — HeOIpee-
JIEHHYIO OIleHKY (DUJIOTEeHETUYECKOTO ITPU3HAKA.
DunoreHeTnyeckasi PEKOHCTPYKIUS — TOJTHOCTHIO
COOTBETCTBYET MCTOPUYECKOH IIOCIIE0BATETHHOCTH
Da3BUTHSL

[Iporpammuas cratest e Ksepeca (De Queiroz
1985) mocBsiteHa orieHKe METO/[a TPOMHOTO MapaJLie-
JIU3Ma, ¥ B YACTHOCTH OHTOTE€HETUYECKOTO METOJIA, C
O3UINH (PUITOTeHETUYECKOU cucTeMaTHKU. [loHsTHE
(uorenun MPUHATO 37IECH B KAUECTBE aKCUOMBI, U3
KOTOPOW BBIBEZIEHBI METONIBbI CHCTEMATUKHU. Kputu-
YeCKH OLIEHMBasI BTOPOH 3aKoH bapa u GuoreHermde-
CKuil 3aKoH B (hopmysmpoBke HenbcoHna ¢ mo3umumit
anbcudukamm (TECTUPOBAHUSA) MX OCHOBHBIX TIO-
noxxenwii, /le KBepec meaer psizi OCHOBHBIX BHIBO/IOB
O BO3MOXKHOCTH TIPUMEHEHUS OHTOTEHETUIECKHX
MIPU3HAKOB B (DUJIOTEHETUYECKO CUCTEMATHUKE:

0.C. BockoboitnnkoBsa

1) Bropoii 3akoH Bspa 06 OHTOTeHETHYECKOM
[PEIIeCTBOBAaHUY 00Jiee TeHEPATU30BAHHbIX MPH-
3HAKOB, He SIBJSETCS YHUBEPCAJIBHBIM, IOIIEPKU-
BaeTCcs U sBJsAeTCST (PasbCUPUIMPYEMOM JIUIIb B
CIy4ae TeHEePAIN30BAHHOTO OHTOT€HETUYEeCKOTO
TIpe/IlieCTBEHHNKA. B TO ’kKe BpeMsi OHTOTEHETHYe-
CKUil MPeAIIeCTBEHHUK MOXKET ObITh Oosiee TeHepa-
JIN30BAaHHBIM, MEHee T€HEPATU30BAHHBIM UJIM PABHO
reHepa30BaHHBIM.

2) Dbuorenernyeckuii 3aKOH B (hOPMYJIUPOBKE
Henbcona He sIBJsIETCS TPSIMBIM OTPa’KeHUEM BTO-
poro 3akoHa bapa, 1 ero BanuaHOCTD HE 3aBUCUT OT
BaJIMIHOCTY 3akoHa bapa.

3) Kax Teopusi 06 OTHONIEHUSAX MEKILY OHTOTEHE-
30M ¥ (pustoreHe3oM, GroreHeTHYIeCKuH 3akoH Herb-
COHa MOYKET TOJIbKO OBITh TECTUPOBAH TOIBKO YIKe 13-
BeCTHBIM (pustoreHe3oM. MeTo/bI BHENTHEN TPYIIITHI,
a TaKk)Ke TAJIEOHTOJOTUIECKUN M OHTOTEHETHYECKUU
VMEIOT OTIpefieJieHHble OTPAaHWYEHUS B HCIIOJIb30Ba-
HUU ]IS OIIPEZIEIEHNS TIOJISIPHOCTH TIPU3HAKOB.

4) TIOJTHOIIEHHOCTh OHTOTEHETUYECKOTO METO7a
OTIMPAeTCsT HA TIPETIONOKEHNE O COXPAaHEHUH TIpe]-
KOBBIX TPU3HAKOB. EC/IU MpeIKoBbIe TPpU3HAKY OyIyT
COXpaHeHbl B OHTOTeHe3e IIOTOMKOB, TO IIPEIKOBBIE
npusHaKu OyayT Gosiee T€HEPATU30BAHHBIMU, YEM
ux (GuIoreHeTHYeCKre IPou3BogHble. OOUIHOCTH
(4acToTa BCTPEYAEMOCTH) He SIBJISIETCSI KPUTEPHEM
reHepaTM30BaHHOCTH.

5) TOCJ/IEIOBATEIBHOCTD OHTOTEHETUIECKOTO TIpe-
06pa3oBaHus He BaXKHA JIJIS OJTHOIIEHHOCTH OHTOTe-
HETHYECKOTO METO/[a; TeHePaIN3allisl — PeNIalonnuii
(axTOop A MOTIPUBAINY TIPU3HAKOB.

6) OHTOreHeTHYeCKUl MEeTOJl, OCHOBAaHHBIA Ha
OOIIIHOCTH, MOKET OBITH IOJIE3HBIM JIsI OIpeleJie-
HUs 9BOJIONUOHHOW TIOMISIPHOCTH, €CJIU TPHU3HAK
OTHOCHUTCSI K KOHKDETHOMY MOMEHTY pa3BUTHS (0f-
HOMOMEHTHBII). OIHAKO TIpU (PUIOTEHETUIECKOM
aHamm3e 0oJiee YMECTHO NPHHMMATh 32 MPU3HAKU
OHTOTEeHETHYECKIEe TOCIenoBaTeIbHOCTH. Korma onn
paccMaTpUBAIOTCS KaK MPU3HAKH, AJISI TOTO, YTOOBI
OTIpEeNIETUTD HBOJIONNOHHYIO MTOJISIPHOCTH MIPU3HAKA,
OHTOTEHETUYECKUI METO/] CTAHOBUTCS HEHY KHBIM.

7) OHTOTEeHETHYECKHE TTOJISPHOCTH OTJIMYAIOTCS
0T (PUIOTEHETUYECKUX TIOJSIPHOCTEH; OHU COOTHO-
CATCST KaK YacTh K HEIOMY.

8) PaccmoTtpenue B posiu IpU3HAKOB OHTOTEHETHU-
YeCKUX MOCTIeI0BATENFHOCTEN, 2 HE OTHOMOMEHTHBIX
TIPU3HAKOB MIMEET OTIpejiesIeHHbIe MTOCEeCTBUS IS
dumoreneTueckoii cucrematuku. s yctaHOBIIe-
HUSI TOMOJIOTUM B CBSI3U C 3TOM KOHIIENIINEN TPU3Ha-
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KOB BCe ellle TPIMEHUM MeTOo/l BHelllHei rpymibl. [1a-
JIEOHTOJIOTUYECKHMI MeTOJl ¢ HauOOJIbIIeH II0JIb30ii
paccMaTpuBaeTCs Kak 0COOBIH cirydaii MeTo/a BHEIII-
Heli TPYIIIIBL, TOro, B KOTOPOM IpusHaku (peobpaso-
BaHMsI) OOBIYHO Majiou3BecTHbI. OHTOTEHETHYECKHUE
npeoOpa3soBaHUs HE TEPSIOT CBOEi BayKHOCTH, TaK
KaK OHU Terepb (hOPMUPYIOT OCHOBHBIE IIPU3HAKIL.

9) B ¢dunmoreneTnveckoil cucteMaTuKe HET HU-
Kakoro TpoitHoro mnapasurennsma. CpaBHUTENbHAs
AQHATOMUSI, TIAJIEOHTOJIOTHUS, U SMOPUOJIOTHS HE TPU
OT/ENbHBIX AUCITUILINHBI B TIPEIEIaX CUCTEMATUKHY;
ckopee OHU (OPMUDYIOT €IMHCTBEHHBIN CPaBHU-
TEJBHBIA METOJl, OOBEANHEHHBIH B OpPraHU3Me KOH-
IETIMEeH YBOIIOINH.

IlocTaTtouno yGenuTesbHBIE apTYMEHTHI MTPOTHUB
VHUBEPCATBHOCTH IPUHITUIIA OHTOTEHETHYECKOTO
IIPEeUIeCTBOBaHUA Oblmn  paspaboranbl  Moaiibu
(Mabee 1993). Ee uccaenoBanue MOCBAIIEHO HUITO-
TeHETUYECKOMY COJIEPKAHUIO OHTOTEeHe3a Y pBIO
cemeiictBa Centrrachidae (Percoidei). M»iibu, kak u
IpYyTHe COBPEMeHHBbIE (DUIOTEHETUKU, CUUTAET , UTO
HCCJIe0BaHNe SBOJIIONKH TI060ro Habopa IPU3HAKOB,
BKJIIOYAST OHTOTEHETUYECKHUE, HEOOXOIMMO OCHOBBI-
BaTh Ha ysKe NMEIOIIeNcs (PUIoreHeTUIeCKO TUIIOTe-
3€ M CPAaBHUTEbHBIX MaHHBIX. Ef0 OBLIO MPEIoKeHo
BOCEMb TUIIOB OHTOTeHeTWYecKux mameHenmit (Puc.
1). Maii6u 6BLIU TOCTPOEHBI TPH KJIAJA0TPAMMBI POJI-
CTBEHHBIX OTHOIIEHNH pbIb cemelicTBa Centrarchidae
C YYeTOM [BYX IIEPBBIX THUIIOB OHTOTE€HETUYECKUX

OUTS X Y OUTS X

a—>a a—>a a—b a—>b a—->b a—a

A TepmunasnbHas B TepMmuHaibHas
HaACTaBKa pemyKuus

OUTS X OuUTS X
a—>a a—a b—»a a—>b a—>b b—»b

V'f \>/
g HerepmunanbHas HerepmunasbHas
Ha/ICTaBKa penyKuus

C TepmuHanbHOE
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mpeoOpas3oBanuil. B kauecTBe MCXOIHON AJI CpaB-
HEHUS OHA MPUHSJIA KJIaJJOTPaMMYy, TIPUA TIOCTPOEHUT
KOTOPOI OHTOT€HETWYECKHE MPU3HAKU OBLIM IIOJIS-
PHU30BAHBI C TIOMOIIHIO KPUTEPUS BHEIIHEN TPYIIIIHI.
Bropas kimagorpamMa Obliia YKOPeHEHa U IIOCTPOEHA
C WCITOJIb30BAaHUEM KDUTEPUSI OHTOTEHETHYECKOTO
MIPEMIIeCTBOBAHUS  (TepMUHAIbHBIE  HAJCTaBKH).
Tperbst KiIamorpaMma Obliia IIOCTPOEHA € UCIIOJIb30-
BaHMEM OOPaTHON MOJIApU3AlNHY, CPAaBHEHIE OHTOTe-
HETUYECKUX U (DUIOTeHETUIECKUX U3MEHEHUI B 9TOM
00paTHOIl THUIIOTe3e IIPEACTABUIM MUHHMAJBHYIO
OIIEHKY CYIIECTBOBAaHMS TEPMUHAIbHON HAJCTABKU.
B urore Maiibu 651710 10Ka3aHo, 4To Jauib oT 20 10
50% PU3HAKOB JEMOHCTPUPYIOT MPSIMOE Pa3BUTHE
CII0cOOOM TEPMUHAIBHBIX HAZICTABOK IIOCTIEAHIX DTa-
OB JTMYrHOYHOTO pa3Butus (Puc. 2). B cBsi3u ¢ aTuM
OHa JieJTaeT BBIBOJ] O HEBO3MOKHOCTH MCIIOIb30BAHMUSI
OHTOTEHETUYECKOTO METOZA IJIST MOJIIPU3AINH TIPH-
3HAKOB B (DMJIOTEHETUYECKOM aHAJH3E.

Tem He MeHee, U3 TaOMMIBI, IPUBEIEHHON Mbaii-
6u (Puc. 2) o4eBUAHO, YTO B II€JIOM TEPMUHAJIbHbIE
IpeoGpa3soBaHus COCTABIIAIOT A0 75 % BCEX COOBITHIA
OHTOTeHe3a. BcTpeuaroTcst IpyMephl Pa3BUTHS TIPH-
3HAKOB B OHTOTEHE3€, COCTOSIIETO IIOJHOCTHIO W3
TEPMUHAJIBHBIX HAJICTABOK U COOTBETCTBYIOIIETO
TaKkoBOMY B (usioreHese. K HIM OTHOCUTCS COOTBET-
CTBUE TIOCJIEZIOBATEIBHOCTY 3aKJIAIKU B OHTOTEHESE U
TOSIBJIEHUST B (bUJIOTEHE3€e TTO3BOHOUHBIX XPSIIEBOM,
TIOKPOBHOM ¥ 3aMemaromieil KocTHoi Tkaned (Boc-

OUTS OUTS X Y
a—b a—»b a—>c¢ a—>a a—>a b—-b
—a,+b

D 3ameleHue
3aMelleHue

OuUTs X
a—>b a-b

OUTS X Y

c—»b a—>b a->b b—oa

Herepmunansnoe H Pesepcus
3aMeIleHne

Puc. 1. Tunbr oHTOreHETHYECKUX IproGpasoBanuii 1o Maitbu (Mabee, 1993) ¢ usmenennsamu: a, b, ¢ — mpusHaky; outs — BHEIIHHUE TPyII-

IIBL; X, Y — CECTPUHCKHUE TAKCOHBI.

Fig. 1. The types of ontogenetic patterns according to Mabee (1993) with changes: a, b, ¢ — characters; outs — outgroups; x, y

groups.

— sister-
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0.C. BockoboitnnkoBsa

TA TD TS NTA NTD NTS S >1 Total
(A) Outgroup phylogeny
Frequency of ontogenetic change (%,) 321 405 47 36 06 12 155 1.8 100.0
Number of character state changes (55) (67) (8) (6) (1) (2) (26) (3) (168)
(B) Ontogenetic phylogeny
Frequency of ontogenetic change (%) 19 240 16 43 05 1.1 150 1.6 100.0
Number of character state changes (97) (45) (3) (8) (1 (2) (28) (3) (187)
(C) “Reverse’ ontogenetic phylogeny
Frequency of ontogenetic change (%) 208 534 1.7 05 45 1.1 163 1.7 100.0
Number of character state changes (37) (95) (3) (1 (8) (2) (29) (3) (178)

TA, Terminal addition; TD, terminal deletion; TS, terminal substitution; NTA, non-terminal addition;
NTD, non-terminal deletion; NTS, non-terminal substitution; S, substitution.

Puc. 2. YactoTa BCTPEYAEMOCTH PA3INYHBIX TUIIOB OHTOTEHETUYECKUX MPeoOPa3OBaHMii B Pa3BUTUH MPU3HAKOB according to Maiibu

(Mabee, 1993).

Fig. 2. Frequency of different types of ontogenetic patterns in character development according to Mabee (1993).

koboitnukosa 2010 a). Ilpu 2TOM, MO-BUANMOMY,
TePMUHAJIbHAS HAJICTABKa XapaKTePHA He TOIbKO ISt
MOP(OIOTHYIECKUX, HO U /IS MOJEKYJISPHBIX IIPH-
3HAKOB Pas3BUTHsL. Tak MpPHM M3YYEHUM SKCIIPECCUU
romeo6okcHbIX TeHoB HoxD 9-13 B nepenneit KoHed-
HOCTHU MO3BOHOYHBIX OOGHAPYIKEHO, YTO y KOCTHUCTON
poibbl  Danio rerio (Hamilton 1822) skcmpeccus
IIPOMCXO/IUT B /[BA ATAlA, a Y TETPAIION — B TPH JTalIa.
ITocKOIbKY TIOCTIEAHUH STAIl SKCIIPeccHn Obla 0OHa-
PYJKEH B TO# 00J1aCTH 3aUaTKa epeaHei KOHEYHOCTH,
I7ie IIPOMCXOUT 06Pa30BaHue MAJIbIEB, ObLIO BHICKA-
3aHO TPE/IOJIOKEHUE, YTO TPETHI DTAIl HKCIPECCUU
HoxD 9-13 dpopmupyetcs B CBSI3U C MOSIBJIEHUEM dTUX
KOCTHBIX CTPYKTYp y Terpanon (Sordino and Duboul
1996; Shubin et al. 1997). OueBuaHO, YTO 371€CH MBI
BCTPEYAEMCS C TEPMUHAIBLHON HAJICTAaBKOW Pa3BUTHSI
B OHTO- ¥ (pUIIOTEHe3€. YUUTBIBAs BEIYIILYIO POJIb TEP-
MUHAJIbHBIX MPe0OPa3oBaHUil B OHTOTEHE3€e, MOXKHO
IPE/ITIOJIOKUTD, YTO B TEPCIIEKTUBE OYAyT HaliIeHbI
1 pa3paboTaHbl YCJIOBUS MX UCIIOJb30BAHUSA IS TIO-
nsipu3anuy GUIOTeHETUIECKUX IIPU3HAKOB.

OHTOreHeTnyYecKue coObITHS

3mech TPeACTaBJISAeTCS BaKHbIM YCTAaHOBHTD,
Kakye JKe IIPOLIECCHl OIPENENSIOTCS TEePMUHOM
OHTOTEHETHYECKOe COOBITHE WM IIpeoOdpa3oBaHIUE.
[exkkesIb pasaWyan cpelu COOBITHII OHTOTeHe3a IIa-
JIMHTeHe3bl, WIW Pa3BUTHE IIPU3HAKOB B3POCIHBIX
OPTraHU3MOB, U IIEHOT€HE3bI — Pa3BUTHE TMIMHOYHBIX
aganranuii. CeBepiioB ObLI EPBBIM, KTO IIPE/IIOKILI
KIacCU(pUKAIMIO, CBA3ABIIYI0 OHTOT€HETUYECKHE U

¢unorenerndeckre mporeccsl (1939). Ero Teopus
(pumaMOpHOTEHe3a ONMUCHIBAET TOSIBJIEHUE HOBBIX
TIPU3HAKOB IIyTEM TPeX BO3MOXKHBIX MOIYCOB (u-
JI9MOpPUOTEHE3a: apXaJIAKCUCa, IEeBUAIIMY U aHA0o-
JIUY, Pa3INYalONIUXCs TI0 BpEMEHU WX IOSIBJIEHUS B
MopdoreHe3e U POJM B IBOIOIMOHHOM IIPOIIECCE.
ITO cOOBITHS, IPUBSI3AHHBIE K HAYAITY, CEPEIUHE UITU
KOHI[y SMOPMOHAIBHOTO W JINYUHOYHOTO TIEPUOIOB
Pa3BUTHsI M BbI3bIBaioONue Oojiee WM MeHee CyIile-
CTBEHHBIE TIEPECTPOIKYU B3POCJIBIX OPTAaHIU3MOB.

Hanpasnenne kiaaccupukanuu COOBITUH OHTO-
rene3a, HauyaToe CeBepIIOBBIM, IO CYIIECTBY IIPO-
nomkaer Mbaiibu (Mabee 1993), He 3HakoMas ¢ ero
paboramu. 3 yIOMSHYTHIX BBIIIE BOCHBMHU THIIOB
BBIZIEJISIEMBIX €10 OHTOTEHETUUECKUX U3MEHEHWIH, TPU
nepBble MOXKHO MHTEPIPETHPOBATh KaK aHaOOJIMIO,
YETBEPTHIH TUII — KaK apXaJIAKCHUC, CIEAYIOIIIE Ba,
10 CYUIEeCTBY, SIBJSTIOTCSI IleHoreHe3amu. C TOYKHU
3penus Maiibu, 1Ba IOCIeIHUX TUIIA PaHee He BhIJe-
JISAHACHh ¥ 00y CIOBJIEHBI BHIOPAHHOM €10 METOAMKOM
uccienoBanusi. IIpu 3TOM peBepcusi He Oblia BbISB-
JieHa U caMoii Maiibu B ee marepuaine. VI CeBepliios,
1 Mbiibu He IPU3HAIOT 3HAYUTEIBHOM POJIM reTEPOX-
POHUII B 9BOJTIONUY KUBBIX OPTAHI3MOB.

B orsmmume ot Teopuu CeBepiioBa Kiaccupuka-
IIUsT MOZYCOB BO3HMKHOBEHUSI HOBBIX NIPH3HAKOB B
ontorenese Jlebupa (De Beer 1930, 1958) ocHoBana
Ha M3MEHEHWsX TeMIa WX pa3Butus. [lebup BHEC
3HAYUTEJIBHBIN BKJAJ B Pa3BUTHE 3BOJIOIMOHHON
TeOpHuH, pa3paboTaB TOHATHE €IUHOTO (heHOMEHA
BpeMeHHOTo cziBura uiu rerepoxponuu. Ilon rere-
POXpOHUEH MM IOHUMAETCS U3MEHEHWE B OTHOCH-
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- Sarcopterygians

Puc. 3. Oxcnpeccuss HoxD 9-13 reHoB B nepeaHeil KOHEYHOCTH T03BOHOUHBIX (Sordino & Duboul, 1996; Shubin et al. 1997).
Fig. 3. HoxD 9-13 gene expression in arm of vertebrates (Sordino & Duboul, 1996; Shubin et al. 1997).

T'ETEPOXPOHHU

MEJJOMOP®O3

INIEPAMOP®O3

[MPOTEHE3 HEOTEHMS TIOCTAUCIUIEMCMEHT THUITEPMOP®O3 AKCEJIEPAIIASA TIPEUCIIJIEUCMEHT

Pannee 11071080€ Ci TeMIa C TEMIIa POCTa
co3pen: postormcexoro

PasBHTHA

Tlosmaee mooBoe
COo3peBaHHe

BospacTantie Temma BospacTanmie Temma poeta

MOP(OTIOTHYECKOTO PASBHTHS

Puc. 4. Homenxuiatypa rerepoxponuii mo Maksamapa (MacNamara, 1986) ¢ usmeHeHUsIMU.

Fig. 4. The nomenclature of heterochronies according to MacNamara (1986) with changes.

TE€JIbHOM BpPEMEHU ITIOABJICHUA W TEMIIE Pa3BUTUA
[PU3HAKOB [IOTOMKA 110 OTHOIIEHUIO K MPU3HAKAM
mpeaka. JTO OnpeleieHne, ePBOHAYAIBHO JaHHOE
Iebupom (DeBeer 1930), mosanee 6e3 n3MeHeHUit
mputsaTo B paborax Toyima (Gould 1977) u Makna-
Mapbl (McNamara 1986). B HacTosimiee Bpemst 60J1b-
MIUHCTBO HUCCJIEAOBATENEl CUUTAET TEeTEePOXPOHMH
BayKHEHIIINM MEXaHU3MOM TPeoOpa3oBaHuUil OPraHu-
3aruu B (usioreHese. MHOTOUNCIEHHbIE CHHOHUMBI
TeTEPOXPOHUHN PA3HOTO THIIA, TPEIIOKEHHBIE Pa3-

JIMYHBIMEM aBTOpamMu, TpeboBamu ymopsigouenus. C
aroi 1enpio Maknamapa (McNamara 1986) mpen-
JIOXKWI YIOOHYIO ¥ YETKYI0 HOMEHKJIATYDY, YIUTHI-
BAIOIIYI0 COOTHOIIEHWE CPOKOB 3aKJAIKH, TEMIIOB
Pa3BUTHS U POCTA KAaK COMATHYECKUX, TAK U TIOJIOBBIX
opranos (Puc. 4).

Hounya (2005) mpezmcraBisieT KiaaccuUKAMUIO
H3MEHEHN SMOPUOHAIBHOTO M INYNHOYHOIO PAa3BHU-
THS, ICTOJTKOBBIBAEMYIO UM HA OCHOBE TEHETUYECKUX
MPOIIECCOB, JIeXKamux B ocHoBe Mopdoreneza. VM
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Puc. 5. PoxcrBenHble oTHOMmEHMs Tpex mozceMelicts Nototheniidae (Balushkin 2000).
Fig. 5. The relationships of three subfamilies of Nototheniidae (Balushkin 2000).

Ta6auna 1. BoisgBieHre POACTBEHHBIX OTHOIIEHUI KOCTUCTBIX PhIO KIAAMCTUYECKUMU METOIAMU C UCIIOJIb30BAaHUEM TIPU3HAKOB PAHHUX

CTa/luii pa3BUTHUSL.

Table 1. Use of early ontogenetic characters for the cladistic analisys of phylogenetic relationships within the teleost fishes

Taxcons! / Taxa Asropsr / Authors Tox / Year
Gempylidae Russo J.L. 1983
Argentinoidei Ahlstrom EN. et al. 1984
Mictophidae Paxton J.R. et al. 1984
Scopelarchidae Johnson R.K. 1984
Evermannellidae Johnson R.K. 1984
Lophiiformes Pietsch T.V. 1984
Beloniformes Collette B.B. et al.a 1984
Scomberomorini Collette B.B. et al.b 1984
Stromateoidei Horn M.H. 1984
Scombroidei Johnson G. D. 1986
Serranidae Baldwin C.C. 1990
Congrogadinae Mooi R.D. et al. 1990
Scorpaeniformes Imamura H.M. and Jabe M. 2002
Brotulotaenia and Lamprogrammus Fahay M.P. and Nielsen J.G. 2003
Pleuronectidae Roje D.M. 2010

BBIZIEJIEHBl TPX OCHOBHBIX SBOJIIOIMOHHBIX CII0CO0a:
pasobmieHne (AUCCONMAINSA) TPOIECCOB Pa3BUTHUS
BO BPEMEHHU W B IIPOCTPAHCTBE, YMHOKEHUE (IyTLIH-
KaI[Wsl) YacTell ¢ TMOoCaeAyonlell UX AUBepPreHnnei u
3aMerieHne (PyHKIUU TON WX WHOU CTPYKTYphL K
[IEPBOMY CIOCOOY OTHOCATCS TE€TEPOXPOHHUH, TeTe-
POTOIUM, AJITIOMETPUYECKOE H3MEHEHUE CKOPOCTHU
pocra gacreit Tema. Ko BTOpoMy criocoOy oHTOTE-
HETUYECKUX IIPeoOpasoBaHMii — IIOJMMEPHU3ALUI U
osmroMepu3anus. llo-BUamMoMy, Ciofla ke MOXKHO

n06aBuTh KoMIUlekcarmio 1o MamkaeBy (1996).
K Tperbemy Tumy OTHOCSTCS KoamTaiuu. B HacTo-
siiee Bpemsi, Kak momuepkuBaer [lommya (2005),
npobjeMa B3aMMOOTHOINEHWH HHAWBHIYAJIbHOTO
pasBuTHUs U (PUIOTEHe3a JATEKO BBIILIA 32 ITPEIeIbl
MOP(hOIOTHYECKUX UCCIEA0BAHMIA M PEIAETCS C YUe-
TOM COBPEMEHHOTO TIOHUMAHUS 3aKOHOMEDPHOCTEN
SBOJIIOIIMM TEHETHYECKUX CHUCTEM, VIIPABJISIONIUX
pasBuTueM. Bo3aM0OXHO, IMEHHO B CBSI3U CO CMEHOU
[IPUOPUTETOB  9MOPUOJOTUYECKUX —HMCCAETOBAHMMA



Hcmonp3oBanue IIPU3HAKOB PaHHUX CTaI[I/Iﬁ Pa3BUTUA

147

Perca fluviatilis
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A

Bovichtus variegatus

Eleginops maclovinus
Neopagetopsis ionah
E Chionodraco hamatus

E Gobionotothen gibberifrons
Gobionotothen marionensis
Gobionotothen acuta

H Notothenia angustata
D | Paranotothenia magellanica

Notothenia coriiceps
_é Notothenia neglecta
Notothenia rossii

Dissostichus eleginoides
C E E Dissostichus mawsoni

Aethotaxis mitopteryx

Pleuragramma antarcticum

Patagonotothen tessellata
B B J E Patagonotothen ramsayi

Lepidonotothen nudifrons 3

| Lepidonotothen mizops

A Lepidonotothen larseni
Lepidonotothen squamifrons &

Trematomus scottii
Trematomus newnesi
| F€Matomus eulepidotus
F Trematomus hansoni
Trematomus vicarius
Trematomus bernacchii
l_ Trematomus pennellii
Trematomus lepidorhinus
Trematomus loennbergii

B G T. (Pagothenia) borch.
—E Trematomus nicolai

Puc. 6. Poxcreennbie oTHomenus cemeiictBa Nototheniidae (Sanches et al. 2007). A — o6berHEHHOE KOHCEHCYCHOE ZIEPEBO 110 Ba-
aymkuny (Balushkin 2000): 106 npusnaxos, 2 xepesa, L 125, Ci 85, Ri 86; B — koHcencycHoe mepeBo mo CaHuec ¢ CoaBTOpaMHu.

Fig. 6. The relationships of the family Nototheniidae (Sanches et al. 2007). A — consensus tree on Balushkin (2000): 106 characters, 2
trees, L 125, Ci 85, Ri 86; B — consensus tree on Sanches and others (2007).

K HaCTOSIIIeMy BPEMEHHU He OCYIIECTBJIEHA YIIOpsi-
nodyeHHas Kiaaccuduraimu coObiThii MopdoreHesa
B paMKax MOP(}OJOTMYIECKUX TEPMHUHOB, KaK OBLIO
crpaBemnBo oTMedeno Moiibu (Mabee 1993). B
HEMAJION CTEIEHU ITOMY CIIOCOOCTBOBAJIO ¥ IIPOWC-
XOJISITIee B TIOCJIETHEE [IBA IECSITUIETUE BBITECHEHNE
MOP(hOTIOTUYECKUX JAHHBIX MOJIEKYJISIDHBIMU TIPU
PEKOHCTPYKIIMY POACTBEHHBIX OTHOIIEHUH.

Hcnosnb3oBaHue MPU3HAKOB PA3BUTHS B
PEKOHCTPYKIMH (PHIOTEHHH M CHCTEMATHKE
KOCTHCTBIX PbIG

Co6opuuk «OHTOreHes u cucremaruka» («Onto-
geny and Systematics” 1984), o6beauHUBIIUA HC-
CJTEOBAHISI OHTOTE€HE3a U CUCTEMATHKHM KOCTUCTBIX
pbi6, oTpasua auckyccuio 70—80-X ro0B MPOILIOTro
BEKa 0 3HAYEHUU OHTOTEHETUYECKUX TTPU3HAKOB [IJIsI
peKoHCTpYKIMY (pusoreHnu. PerakTopbl M3maHUS
MOTYEPKUBAIH, YTO, HECMOTPSI HA TEOPETUYECKYIO
BaKHOCTh OOBEKTA, OHTOTEHETUYECKHE HCCJIEN0BA-
HUST KOCTUCTHIX PbiO penku. HecMoTpst Ha yacToe
WCIIOJIb30BAHUE /TSI PEKOHCTPYKIUY (DHJIOTEHNH U

TOCTPOEHUSI CUCTEMBI TPU3HAKOB CTPOEHUS] MKPH-
HOK, CBSI3aHHBIX C UX pa3MepamH, (POPMOM U CTPYK-
TypO#i siilieBoit 060J0UKH, OOIBITHHCTBO TIOJE3HOM
uHGOPMAIMK  BKJIIOYAET JINYNHOYHOE PA3BUTHE
U CPOKY TOSABJIEHWS TOKPOBHBIX U 3aMENAIONINX
kocreit (Arratia 2004). Monodunusa Teleostei n ux
OCHOBHBIE KJIA/[BI IO/IEPSKAHBI B OCHOBHOM OCTE0JIO-
ruyeckumu npusHakamu (Wiley and Johnson 2009).
Ciiemyer OTMETUTD, 9TO B paboTax, PEKOHCTPYUPYIO-
MuX (GUTOTEHUTIO KPYTHBIX TAKCOHOMUYECKUX TPYIIIT
PBIO, 10 CHX TIOP HE TaK YaCTO TIPHUMEHSIOTCS METOIBI
KJIAJIUCTUIECKOTO aHa/u3a. JlaHHbIe 10 Pa3sBUTHIO HA
PaHHMX JTallaXx OHTOTEHE3a ellle PEKe UCTIOIb3YIOTCS
TIPU PEKOHCTPYKIUH (DUIOTEHUHN KIAAUCTUUECKAMU
metomamu (Taba. 1).

B kauecTBe mprMepa BO3MOKHOCTEH MCIIOJIB30-
BaHUS B PEKOHCTPYKIUU (DUTOTEHUU W CUCTEMATH-
Ke PbI6 TPU3HAKOB PAHHUX CTAINH PA3BUTHUS MOKHO
MIPUBECTHU WCCIIEI0BAHNE, BHITOJHEHHOE Ha HOTOTE-
HUEBBIX PHIOAX M3 CJIOKHOTO B TAKCOHOMMYECKOM
orHomenuu cemeiictBa Nototheniidae (Bocko6oii-
uukoBa 20106). Bamymkunsim (Balushkin 2000)
OBLIN TIPENJIOKEHBI KJIaI0TPAMMBI, J€MOHCTPUPY-
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Puc. 7. Knanorpamma poznctsennbix orHomenuit Nototheniidae (Bocko6oitaukosa 2010 6).
Fig. 7. The cladogramm of relationships of Notoheniidae (Voskoboinikova, 2010).

0TI POJICTBEHHBIE OTHOIIEHUS TPEX MOJACEMENCTB
HOTOTEHUEBDIX, BBIENEHHBIX B Pa3Hble TOIBI Pa3-
auunbiMu aBTopamu (Andersen and Hureau 1979;
Banymkun1982) (Puc. 5).

B pabore, mocBsAmeHHO (GUIOreHNMM HOTOTE-
HueBHIX ppi6, CaHuec ¢ coaBTopamu (Sanches et al.
2007) B TaKCOH-IIPU3HAKOBOI MaTpuUIle 00beINHUIIH

106 mopdoornyeckux MpuU3HAKOB MPEACTABUTETEN
Tpex mozacemeiicts Nototheniidae, mcmonpsosan-
vble BamymkuabM. B pesysibraTe Ki1agucTHYecKoro
aHajM3a OBLIO IOJNYY4EHO KOHCEHCYCHOE IEpPEBO,
cozepkaiiee IOJIUTOMHUIO POJOB IIOACEMeHCTBa
Trematominae (Puc. 6A). Camumu aBTOpaMu ObLIn
CEKBEHUPOBAHBI YEThIPE HE3aBUCUMBIX Habopa MO-
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JIEKYJISIPHBIX JAHHBIX W THOJYYEHO KOHCEHCYCHOE
nepeso (Puc. 6B), B KoTOpoM He yAaI0Ch BBISIBUTD
KJI/Ibl, COOTBETCTBYIOIINE DPaHee MPEIJIOKEHHBIM
MOJICEMENCTBAM HOTOTEHHEBDIX.

17151 yTOUHEHUST POACTBEHHBIX OTHOIIEHUH MHOIO
OBLIM WCIOJIb30BAHbI JAHHBIE OHTOTE€HETHIECKOTO
aHanm3a HOTOTeHHMeBHIX PO (BockoboiiHukoBa
20106). B pesynbrare 06beAMHEHNS JAHHBIX 10 pa3-
BUTHIO KOCTHOTO cKeseta Nototheniidae u mo ctpo-
eHuIo0 ckejeTa y B3pocibix pei6 (Bamymkun 1976,
1982, 1984; Andersen and Hureau 1979; Baixyuikus
u BockoboiinukoBa 1979; Bockoboitnukosa 1980,
1986; Andersen 1984) ObL1a HoOJIyYeHa TaKCOH-IIPHU-
3HAKOBasl MaTpHUIla, BKiioyatomas 21 Bug u3 16 po-
JI0B HOTOTEHUEBBIX PHIG ¥ 67 NPU3HAKOB, BKJIIOYAS
22 —mpu3HaKa, OCHOBAHHBIX HA OHTOTE€HETHYECKUX
TIOCJIEZIOBATENBHOCTSIX. MHOKECTBEHHbIE MPU3HAKU
OBbLIN KOAUPOBAHBI KaK aAiuTHBHbIe. MaTpuIia ObLia
AHAIM3WPOBAHA MPU TIOMOIIY KOMIIBIOTEPHBIX IIPO-
rpamM Nona u Winclada. B pesy:sbrate momyueso 1
nepeBo qumHoi 135 maros ¢ uagexkcamu Ci 57, Ri 74
(Puc. 7). B aroii k1agmorpaMme cCHHATIOMOP(MWH TIPU-
3HAKOB Pa3BUTHUS CKeJIETA MOAMEPKUBAIOT HATUYNE
Tpex mozxcemelictB Nototheniinae, Trematominae
u Pleuragramminae. Icmonb3oBaHue IIPU3HAKOB
PasBUTHUS CKeJIeTa MPU PEKOHCTPYKIMK (DUIOTEHUN
Nototheniidae 1m03B0JIMIO TOSYYUTH OHO AEPEBO U
COKPATHUTb YUCJIO UCTIOIb3YEMbIX TPU3HAKOB.

MOXXHO OTMETUTb, YTO MCIOJIb30BAHUE OHTO-
TeHETHYECKUX II0CJIE0BATEIbHOCTENl B KayeCTBe
CaMOCTOSITEJIbHBIX TPU3HAKOB TPU PEKOHCTPYKIIUU
¢bunorenvu emie ABYyX CEMEHCTB HOTOTEHUEBH-
HbIX pbi6 — Bathydraconidae u Channichthyidae, a
TaKke TPymmbl mogoTpsAnos Blennioidei s.l. crioco6-
CTBOBAJIM HE TOJBKO BO3PACTAHWIO CTAOWIBHOCTU
IpeJICTaBJIeH I O POACTBEHHBIX OTHOLIEHUsIX Bathy-
draconidae u Channichthyidae, Ho u moaTBepaMIM
HEOOXOMMOCTh  TIOBBINIEHUST TaKCOHOMMYECKOTO
craryca Parachaenichthyinae 8 Bathydraconidae mo
ypoBHs mozaceMeiictsa (Bockoboiinukosa 20106). B
nogotpsze Notothenioidei 6b110 peaIOKEHO TOBbI-
CHUTb TAKCOHOMUYECKHIT paHr ceMelicTBa Bovichtidae
no HancemeiictBernnoro (Bovichtioidea), mpu atom
OCTaJIbHbIe CEMENCTBA MOAOTPsAa OOBEIVHUTH B
HazicemeiicTBo Notothenioidea. TTocieaHsis TakCOHO-
MUYECKast IPOIIeypa B HACTOSIIIIEE BPEMsI TPU3HAHA
u npyrumu aBropamu (Eastman 2006; Federico et al.
2006; Eastman and Lannoo 2007).

B 3akimioueHrr MOKHO OTMETUTH, YTO MPU3HAKU
Pa3BUTHS MOTYT OBITh C YCIIEXOM TIPMMEHEHBI U TIPH
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KapTUpOBaHUU MOPQOJOTHYECKUMU TIPU3HAKAMU
(buroreHeTMYECKNX PEKOHCTPYKITHH, ITOJTyYEeHHBIX
C WCITOJb30BAaHMEM MOJIEKY/ISIPHBIX IPHU3HAKOB. K
nauHoMy BeiBozy mpuies Poxk (Roje 2010), o6bemu-
HUBIINI B MCCTIEOBAHUY POJICTBEHHBIX OTHOIIEHUN
pbib cemeiictBa Pleuronectidae mamubre TM4nHOYHOM
MOp(OJIOTUN M TEHHBIX TOCJeIoBaTeNbHOCTEH. OH
VKa3bIBaeT, YTO CPENU OTPAHMYEHHOTO YUC/A JIMYH-
HOYHBIX IIPU3HAKOB, TOJIOKEHHBIX Ha KJIaJ0TPaMMY,
MTOYTH BCE OHU IIPEACTABIIIN JIOIOJHUTEIBHYTO MTOI-
JEePKKy MOJIy4eHHOU (uaoreHnu. TakuM oGpasom,
HCCIeoBaHus TIpeoOpa3oBaHmii MOPQOTOTMIECKHX
CTPYKTYpP Ha PaHHUX CTAIHAX OHTOTeHe3a 10 Ha-
CTOSIIIETO BPEMEHU IPEACTABJISAIOT COOOM BasKHBII
WHCTPYMEHT CUICTEMATHKH.
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PE3IOME

Cratbst COLEPKUT KPaTKUi 0630D IIPEICTABIEHUH O CUCTEME BBICIINX TAKCOHOB KJIACCA HACEKOMBIX U JIEKAIWX B
UX OCHOBE (DUJIOTEHETHYECKHX MTOCTPOEHNH. PaccMaTprBaioTCs PasIMyHbIe, HEPEAKO ATbTEPHATUBHBIE TOUYKH 3pe-
HUS Ha XapaKTep OCHOBHBIX BETBJIEHUH (DMIOT€HETHYECKOTO APeBa Ha TAKCOHOMUYECKUX YPOBHSIX BBILIE OTPSI/IA.
Ouepuensl HanboJiee cepbe3Hble POOIEMbI 00BEKTUBHOIO 1 CyObEKTUBHOTO I/IaHa, CYIIECTBYIOIIUE B CUCTEMATH-

YeCKOH SHTOMOJIOTUH, U HaMe4YeHbI TIepPCIeKTHBHI JaTbHEHIITNX UCCIeIOBAaHMH.

Kmouessie cioBa: TEeKCaIloJibl, HACEKOMbIE, CUCTEMA, (bI/IJIOI‘eHI/IH, 300JI0TUY€CKasl HOMEHKJIATypa

SYSTEM OF THE CLASS INSECTA: AN OVERVIEW OF MODERN CONCEPTS
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ABSTRACT

The paper provides a brief overview of the existent concepts on the phylogeny of higher taxa of insects, discussing
different and sometimes alternative hypotheses on the relationships between the main (supraordinal) branches of
the phylogenetic tree. The most urgent objective and subjective problems of the systematic entomology are traced
and the prospectives of further investigations are outlined.

Key words: Hexapoda, Insecta, system, phylogeny, zoological nomenclature

BBEJAEHUNE

Ceiidac HeT 0COOBIX COMHEHUH B TOM, YTO 4JI€HU-
CTOHOTHE, IV apTPOTIOAbI, CTAJIA TIEPBHIMU JKUBOT-
HBIMU, 3aBOEBABIIMMHU CYITy U BO3/YIIHYIO CPELNY.
Bonee yem 400 MUIIMOHOB JIET UX SBOJIIOIUUA B
HOBBIX YCJIOBUSIX CYIIIECTBOBAHMS ITPUBEJH K BIT€YAT-
JITIONIEMY Pe3yJIbTaTy: B HAIl JHW YJIEHUCTOHOTHE
cocTasJisior 6osee 3/4 Bcex U3BECTHBIX BUIIOB, 00pa-
3y KJII0YE€BOM KOMIIOHEHT Ha3eMHO# 61oThl. OmHuM
13 MHOTOYHNCJIEHHBIX X TAKCOHOB BBICOKOT'O paHIa 1
SIBJITIOTCS HaceKoMbie. BripoueM, HacEKOMbIE — 3TO
JTAJIEKO HE PSIOBOM TaKCOH >KMBOTHOTO IAPCTBA, a
CaMbIll KPYTIHBIN ¥ 110 MHOTHM TI0KA3aTeJIsIM CaMbIi

ycenrHsrid. TuranTckoe oOure v BhIAAIOIIEECS Pas-
HOOOpasue BBHICOKO afaliTUBHBIX (POPM OpPraHU3aIIH
HAaCEKOMBIX MUMEIOT 3aKOHOMEPHOE CJIE/ICTBHE — OHU
OTHOCATCSA K YUCAY Haubojee CHOXKHBIX IJIs W3-
yYeHUs TPYII KUBOTHBIX. He TpeTeHIys, B cuiy
OrpaHMYEHHOCTU MecTa U «0e3pasMepPHOCTH» TEMBI,
Ha MCYEPIbIBAIOIINI aHAIN3 IPOOIEMBI, IIOIIBITAEM-
Cs TIOKa3aTh, B KAKOM COCTOSIHUM HAXOAUTCSI Cedac
crucTeMa 3TON YHUKAJIbHOMN TPYIIIIHL.

BA3AJIbHASA ®NJIOTEHUA TEKCAIIO/

Ilosroe BpeMst B X0y GBIIa MIUPOKAs TPAKTOBKA
KJIacca HaCeKOMBIX, B KOTOPBIY BKJIIOYAJIU BCEX 4JIe-
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HUCTOHOTHX, 00JIAfA0IUX TPEMs IapaMU TPYAHBIX
Hor. Takoe moHMMaHWe GBLJIO XapaKTEPHO i OTe-
4eCTBEHHBIX y4eOHUKOB, Hampumep, mas «OOumei
suTomosioruny [.51. Beit-buenko (1966—1980). B co-
BPEMEHHOM JIUTEPAType PAHT MIECTUHOTMX OOBIYHO
TIOBBIMIAIOT 710 HafIKIacca (vm faxe noarumna) Hexa-
poda, u paccMaTpuBaiOT COOCTBEHHO HACEKOMBIX B
KadecTBe MTOMYMHEHHOTO TakcoHa. VlcuepnbiBatommuii
0030p KOJIM3Ki B IIPUMEHEHNY HA3BaHUM BBICIINX
TAaKCOHOB, BO3HMKAIONIMX B pe3yJbraTe IIPOTUBO-
peunii PaHTOBOM M OOBEMHOM HOMEHKJATYPHI, JaH
B kamre H.IO. Kiore «CoBpeMeHHasi cucreMaTHKa
HacekoMbix» (2000). OxHako mpobIeMbl, ¢ KOTOPHI-
MU CTaJKUBAIOTCS CIEIUATUCTH B 00JACTH CHUCTE-
MaTHK{ HACEKOMBIX, HOCST HE TOJBKO U HE CTOJIHKO
HOMEHKJIATYPHBIA XapakTep; BechbMa 3allyTaHHBIMU
OCTalOTCSI MHOTHE BONPOCHI TaK HasbiBaeMol «ba-
3a/bHOW» (DUJIOTEHWM psila TAKCOHOB BBICOKOTO
paHra, 4To He MO3BOJISIET IOCTPOUTH CTPOUHYIO U He-
IIPOTHBOPEYMBYIO CHCTEMY IPYIIBI B IIEJIOM.

IMonassAtonee  GOMBIIMHCTBO — MCCIIEAOBATENEN
NPU3HAIOT MOHOMUIINIO TeKcamoj, Haubosee SPKON
ayraroMop(dueil KOTOPBIX SIBJISIETCS HaJIW4Ke 3 Tap
HOT Ha ceTMeHTax rpyau. Kpome Toro, 1151 HUX Xapak-
TEPEH eIlle Psifl YHUKAIBHBIX alTOMOP(Iii, HAIIpUMED,
cBoeoOpasHoe CTpoeHue Makcuiui, 11-cermeHTHOE
OPIOIIKO C CHJIBHO DPeAyHMPOBAHHBIMU BEHTPAIb-
HBIMU IpUAATKAMU WU 0e3 HUX, 6-CerMeHTHbIE KO-
HEYHOCTH ¥ 1p. VHorma, BIIpOYeM, IIPEAIOIaraeTcst
u noauduiusa Hexapoda, a MMEHHO HE3aBHCHMOE
IIPOUCXOKIEHNE COOCTBEHHO HACEKOMBIX M TaK Ha-
3BIBAEMBIX SHTOTHATHBIX reKcaiom, To ecth Diplura,
Protura u Collembola (Remington 1955; Sharov
1966; Pacuumnpra 1980). Omnako cuHamoMopduii
KO M3 9THX IPYII ¢ KaKMMHU 100 APYTUMHU
TPyTIaMy Ha3eMHBIX YJIEHUCTOHOTUX /IO CUX IO He
00HAPYKEHO, II09TOMY TaKasi TUIIOTe3a BBITJISIIUT [0~
BOJIBHO YMO3PHUTEJIBHOM.

Jlo HemaBHUX TIOp Ha OCHOBaHWK MOPdOJOrHTYe-
CKMX JAHHBIX CECTPUHCKOM IIsI TEKCAIO[ TPYIIION
CYUTAINCh MHOTOHOXKH (MJIM UX YacTb), UTO JABAJIO
IOBOJ, 00BEMUHUTD 0GE IPYIIIIBI B COCTABE METAaTAKCOHA
Atelocerata, uim Tracheata (Haeckel 1866; Heymons
1901 u ap.). OxHAKO OCOOEHHOCTH CTPOEHKS HEPBHOMI
CHICTEMBI ¥ HEKOTOPBIX CEHCOPHBIX OPTaHOB, a TaKKe
HAKaIJIMBAIOIINECS MaHHBIE MOJIEKYJSIPHBIX HCCIIe-
JIOBaHWI JIOBOJBHO yOEIUTENIbHO CBUAETENBCTBYIOT B
0JIb3y MHOM TUIOTE3bl — 0 6im3KkoM pozucTtse Hexa-
poda ¢ pakooGpasHbIMU B PaMKaX MeraTakcona Pan-
crustacea (Zrzavy and Stys 1997; Nardi et al. 2003).

C.IO. Cunes

JlaBHe#l Tpaguiyeil OBLIO Ae/leHKMe HAaCEKOMbIX-
reKcamoji Ha NepBUYHOGECKPBLIBIX Apterygota u
kpbuiateix Pterygota (Lang 1888; Remington 1955),
HO TIOCJIEYIOIIME NCCIET0BAHMS IOKA3aJIHU, YTO TaK-
coH Apterygota, Brirovatomuii Diplura, Protura u
Collembola, ¢ oguoit croponst, u Triplura, ¢ ApyToi,
SIBJISTETCST TTapaUIeTHIecCKUM W OYEBUIHO IIpe-
KOBBIM [IJIS1 JIEMCTBUTENIBHO MOHODUIETUYECKOTO
takcoHa Pterygota. [ToaTomy ceituac 6oJiee IPUHATO
uHoe jpenenve Hexapoda — Ha CKPBITOYETIOCTHBIX
Entognatha u ortkpeiTouemoctabix Ectognatha
(Grimaldi and Engel 2005a; Gullan and Cranston
2010). Takas wmaccuguKanmsi OCHOBAHA HA TIPE]I-
CTaBJIEHUH O TOM, uTO Triplura umeior obiero mpea-
ka ¢ Pterygota u cocTaBisIIOT ¢ HUMU TOJIODUIETH-
yeckwuii TakcoH (Puc. 1).

Ipynma Entognatha, To ecTh CKPBITOYEIOCTHBIE,
paccMarpuBaeTcss 0OBIYHO B paHTe KJacca WM MOJ-
KJIacca. YHUWKaIbHasI ee amoMopdust — ocoboe cTpoe-
HI€ TOJIOBBI, IPY KOTOPOM MaHAUOYJIBI ¥ MAKCHUJLIIBI
TOTPY>KEHBI, B OTJIMYME OT TPOYMX (SKTOTHATHBIX)
TeKCarofl, B IapHbIe YeNIOCTHbIe KapMaHbL OmHAKO
MOHOGMUJIMS 3TOH TPYIIbI He BIOJHE OYEBUHA, A
VHTEPIIPETAIVSI COCTOSTHUN MHOTHIX IIPU3HAKOB y ee
TIPEJICTaBUTEIEN 3aTPYAHEHA B CBSA3U C TIyOOKMMM
aJlalTallisIMA K CKPBITHOMY, 339aCTyI0 IIO[3€MHOMY
o6pasy sxusHu. OUEeBUIHO JIWIIb, YTO OHU 06JIAIAI0T
MHOTUMHN H]IeBI/IOMOp(beIMI/I Inpu3HakKaMu, HUIpa-
OMUMU BKHYI0O POJIb B TOHUMAHWUU 3BOJIONUU
rekcamoji. B HEKOTOPBIX CYIIECTBYIONIUX KJIACCH-
(ukanusax takcon Entognatha orcyrcrByer, Tak Kak
cunraercst nonudpunerndeckum (Krausse and Wolff
1919); B aTOM ciryuyae TpeAIioaraeTCs HeE3aBUCUMOE
BO3HUKHOBEHHE OJMHAKOBOTO CKDPBITOYETIOCTHOTO
POTOBOTO ammapaTa, YT0 KAKEeTCS MaJIOBEPOSTHBIM.

Bce ocranpHBIE rekcanonsl, a ato 6omee 98% ms3-
BECTHBIX BUJIOB, OOBEIMHSIOTCS B METATAKCOH, KO-
TOPBIH OOBIYHO PACCMATPUBAIOT B PAHTE KJIACCA VLJIH
TOZIKJIacCa, HO HA3BIBAIOT IIO-pPa3HOMY: Amyocerata,
Ectognatha, Insecta s.str., wau Scarabaeoda mo Tu-
MU3UPOBaHHOM HoMeHkiatype b.B. Pomenmopda
(1977). B coBpemeHHOI1 UTEpaType /JISI HETO HEpe-
KO MCIIOJIb3yI0T HasBaHue Ectognatha, kak aHTHTE3y
Entognatha, oHako mpu aToM cama 1o cebe 9KTorHaT-
HOCTb He SIBJISIETCSI €AMHCTBEHHBIM OTIMIUTETHHBIM
mpusHakoM. /[pyroe Ha3BaHMe TakcoHa — Amyocerata,
WM GE3MBIIIIEYChIE — OTPAKAET TAKYIO €r0 BaKHYIO
amoMopduio, Kak 0cob0oe CTPOeHWe aHTEeHH, TpH
KOTOPOM JIWIIIG [[BA TIEPBBIX WIEHUKA, UMEIOIIIE MY-
CKYJIaTypY, SIBJISIIOTCSI MICTHHHBIMIL, A KTYTHUK JIUIIEH



O0630p IPeACTAaBIEHNH O CUCTEME HACEKOMBIX

Knacc INSECTA (FHEXAPODA)

157

Hagknacc HEXAPODA

Noaknacc APTERYGOTA Knacc ENTOGNATHA
WHppaknacc ENTOGNATHA Knacc INSECTA (=AMYOCERATA)
WHpaknace TRIPLURA Noaknacc TRIPLURA

Mopgknace PTERYGOTA MNogknacc PTERYGOTA
... ENTOGNATHA
__|apTERYGOTA |}
: | RIPLURA
lllll‘
§ AMYOCERATA | |
e reesessseeseessssssssnseasenes] PTERYGOTA

Puc. 1. CoorHomenue cucteM 1 (prIOTeHMI BRICIIMX TAKCOHOB TEKCATO.

Fig. 1. Correlation between systems and phylogenies of the higher taxa of Hexapoda.

COOCTBEHHOMN MYCKYJIaTyPhI, X €70 MHOTOUJIEHUCTOCTh
umeet BropuyHbiii xapaktep (Remington 1955; Kuro-
re 2000). OxHako Gojiee MIPUHATO KCIIOJIb30BaTh B
OTHOIIIEHUH 9TUX <HACTOSIIUX>, UM COOCTBEHHO Ha-
CEKOMBIX TIPUBBIYHOE Ha3BaHue Insecta. Monopwms
HACTOSIIIUX HACEKOMBIX HHUKOTZA He TIOJIBEPrayiach
CEPbE3HOMY COMHEHUIO; OHA OCHOBBIBAETCSI HA MHOTO-
YHCJIEHHBIX CIEIUAIM3AISIX B CTPOEHUU HOT, AHTEHH
U TepMuHAIUI Opionika. B mocsiennue rogst oHa mosy-
YKJIa TIOAIEPKKY U C MCIIOJIB30BAHIEM MOJIEKYIISIPHO-
rerernyeckux nanubix (Kjer et al. 2006; Misof et al.
2007; von Reumont et al. 2009; Regier et al. 2010).

Takcon Triplura, Wiy TpPeXBOCTKM, OOBIYHO pac-
CMaTpUBAIOT B paHre OT OTPsiia Z0 KJacca, dalle
ymotpebiisist 6oJiee MpUBbIYHOE HasBaHue Thysanura.
Ou sBIsieTcst HanboJtee TIPUMUTHBHOM TPYIIIO Cpen
aMuoIlepaT, COXPAHSIIONIEN TaKue apXandyHble YEPTHI
KaK [ePBUYHOE OTCYTCTBHE KPbLIbEB, PYAUMEHTHI KO-
HEYHOCTell HA TTPETeHUTATBHBIX CETMEHTAX U JIMHbKU
B TI0JIOBO3DEJIOM BO3pacTte. B cBsi3u ¢ aTMM MHOTHE
ABTOPBI CYMTAIOT TPEXBOCTOK OIU3KMMH K TIPEIKAM
Pterygota wim naxke HENOCPEACTBEHHO IIPEAKOBOM
JUTST HUX TpyIoi. Bo BcsikoM cirydae, IMeTUHOXBOCT-
ku (Archaecognatha) u wemyitnumpr (Zygentoma)
BCer/a IO3UIUOHUPYIOTCS KaK Hanbosee 6a3abHble
TPYIIIIBI HACTOSIIIUX HACEKOMBIX.

TakuM 06pa3oM, MOKHO KOHCTATUPOBATh, YTO
GazanbHast (DUIOTEHUS TEKCATION MOXKET CUUTATHCS B

OCHOBHOM pellieHHO#. VICTIob3yst MeTOT MOJIEKYJISIP-
HbIX 4Yacos, /x. Puxbep ¢ coaBropamu (Regier et
al. 2004) IpUILIK K 3aKII0YE€HUIO, YTO AUBEPreHIINS
6a3aIbHBIX JIMHUH TEKCAIIOf MOTJIa IIPOMU30MTH ellle B
opIoBHKe O0KOJI0 480 MJIH JIeT Ha3aJl, a TIPOUCXOXKIIE-
HU€ HACTOSIIIMX HACEKOMBIX JATUPYETCS TEPUOIOM
MeXKIy 457 v 422 MJIH JIET Ha3ajl, YTO MPEIIECTBYET
mo6oi Apyrod HazeMHOM (dopme xusHU. Topasmo
CJIOXHEE BOIPOC 0 GasaabHOI GumoreHny HanboJee
MHOTOYMC/IEHHOW ¥ PasHOOOpPasHOM TPYIIBI TeKca-
TTOJ] — KPBLJIATBIX HACEKOMBIX, WJIH TITEPUTOT.

BA3AJIbHASI ®UJIOTEHUS IITEPUTOT

KpsuiaTeie Hacexkombie (Pterygota), cyms o ucko-
[IAEMBIM OCTATKaM, [IOSIBUJIKCD €llle B PAaHHEM Kapbo-
He 0koJ10 320 murs et Hasaz (Rasnitsyn and Quicke
2002), omHaKO COTJIACHO MOJIEKYJISIPHBIM Yacam
(Regier et al. 2004) X BO3HUKHOBEHUE OTOIBUTAET-
cs1 Ha cepeiHy ieBoHa (0kosi0 400 MutH J1eT Ha3an) u
COBIIAJIa€T CO BPEMEHEM TIOSIBIIEHUS IPEBECHOI pac-
TUTEJIBHOCTH. ITOT TAKCOH OOBIYHO PACCMATPUBAETCS
B paHre oT nH(paKIacca A0 MOAKIACCA W CUUTAETCS
roslo(pusIeTHYECKO TPYIIIOH HA OCHOBAHUU IIPENIIO-
JIOXKEHUSI, YTO KPBLIbsI HACEKOMBIX — 9TO YHUKAJIbHAS
CTPYKTYPa, BOBHUKIIAS B 9BOJIIOIIUYU BCETO OJIMH Pas.
B camowm zieste, mosrHOE OTCYTCTBYE MTEPEXOAHBIX (OPM
MESK/IY MEePBHYHOOECKPBUIBIME HACEKOMBIMU ¥ Hace-
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KOMBIMY C BITOJTHE Pa3BUTHIMU KPbLIbSIMI MOKET TOBO-
PUTH O BOSHUKHOBEHVH KPBLIbEB B PE3YJIBTATE IIETOMH
MM CyYalHBIX COOBITUH, BEPOATHOCTD TIOBTOPEHMST
KOTOpO# upe3BbYaiiHo Maya. HawmGosee SBHBIMU
ayTaroMopusMU TTEPUTOT, TIOMUMO <3HAKOBOTO»
HAJIMYUS ABYX Tap KPbLIbEB HA CPeIHe- M 3a[HETPY-
IV, SIBJITIOTCSI YHUKAQJIbHOE CTPOEHHE BHYTPEHHETO
CKeJIeTa TOJIOBbI (TEHTOpUYMa) W MPUCYTCTBUE OCO-
OBIX MIEHHBIX CKJIEPUTOB, 0OECTIEYNBAIOIINX, BMECTE
CO CBSI3aHHBIMH C HUMH MBIIIIAMU, 3HAYUTETbHYIO
MTOJIBMKHOCTD TOJIOBBI. KpoMe TOro, Ha MOHO(DWITHIO
YKa3bIBaeT U JIOBOJIBHO YOEIUTENbHO YCTAHOBJIEHHAS
TOMOJIOTHSI CTPYKTYP OCHOBAHUS KPbLJIA Y BCEX IITEPH-
roT. XOpOIIIO MOIEP;KUBAETCS MOHOGDUITHS KPBLIATHIX
HACEKOMBIX I MOJIEKYISIPHBIMYU TAHHBIMU.

@opmupoBaHIe KPBIJIOBOTO —amapara Hace-
KOMBIX CTaJio, HECOMHEHHO, OJHMM U3 Haumboee
BIIEUAT/IIIONNX W3MEHEHWH IJIaHa CTPOEHUs Y
SKABOTHBIX U CHIEJIAJIO MX CAMOU YCIENTHON TPYIIIOon
JKUBBIX OPTaHW3MOB, JAOCTUTTIEH KOJIOCCATBHOTO
MOP®OIOTUYECKOTO, HKOJOTHYECKOTO ¥ TaKCOHO-
MHYECKOTO pasHooOpasus. Bmecte ¢ TeM, paHHSAS
SBOJIIOIMS TITEPUTOT, KaK U CaMO IIPOMCXOXKEHIIE
MIOJIETA, OCTAIOTCST TIPEIMETOM TOCTOSTHHBIX JTUCKYC-
CHii, ¥ POJICTBEHHbIE OTHOIIEHUS] MEX/Y OTAETbHBI-
MU OTPSIITAMU ¥ TPYIIIaMu G0Jiee BEICOKOTO PaHTa BCe
ellfe IaJieKu OT OKOHYATEJIbHOTO PEIIeH .

Opna w3 Hambosiee PacIPOCTPAHEHHBIX B IIPO-
oM kiaaccudukanmii Pterygota Obiia cBsizaHa C
Pa3IMYUsAMY B XapakTepe MeTaMopdo3a U 3aKJI0Ya-
JIaCh B WX JIEJIEHUU Ha 2 GOJBIIMX TPYIIIBL HACEKO-
MBIX C HENOJIHBIM IpeBpamenueM — Hemimetabola
(=Exopterygota), u HaCEKOMBIX C TIOJIHBIM IpPEBpa-
menneM — Holometabola (=Endopterygota, =Oli-
goneoptera). Hemimetabola xapakrepusyiorcs
OTCYTCTBHEM B MeTaMopdo3e MOKOSIIENCsS CTaIuu
(KyKOJIKM) ¥ OOIIUM CXOJCTBOM IIPEUMATMHAIBHBIX
craauii u umaro. Hamuuue y B3POCIBIX JIMYMHOK
(HuM@d) HAPYKHBIX 3a9aTKOB KPBLIBEB U OTPAKEHO
BO BTOPOM Ha3BaHWU 3To¥ rpynmsl — Exopterygota.
Onnaxko y pasnuyabix Hemimetabola HaGmonatorcest
Pa3HOTO POZIa OTKJIOHEHVSI OT TAKOTO IIPUMHUTHBHOTO
Tuma MeTaMopd03a; K TOMY JKe HbIHE IMIUPOKO MPH-
3HAHO, YTO HACEKOMBIE C HEIIOJHbIM IIpeBpalleHueM
He MIMEIOT SIBHBIX ayTarmoMop®uii, IpeCcTaBisis Co-
6oit mapadueTnyeckuii TakcoH. B mo6oM ciyuae,
mo06HOE JleJIeHre HUKAK He OTPAXKAET (PUIIOTEHUIO
nrepurot. [y 06bsicHeHrs 6a3aIbHOM IMBEPTeHI TN
KPBUIATHIX HACEKOMBIX B Pa3HOe BPeMs ObLIU TIPE-
JokeHbl 3 TaaBHble TuoTe3nl (Puc. 2).

C.IO. Cunes

Camoil paHHell M3 HUX SIBJISIETCSI TPAAUIIMOHHAS
<majyeonitepHasi» rumnore3a (MapteiHoB 1923, 1938),
COTJIACHO KOTOPOW TIEPBOM [WBEPTEHIINEN KPBIIATHIX
HACEKOMBIX OBbLJIO pas/ieieHue Ha APEBHEKPBUIBIX Pa-
laeoptera, He CIIOCOOHBIX CKJIAbIBATh KPbLIbsI BIOJIb
TeJa U B TIOKOE JEPKAIUX WX PaCIpPOCTEPTHIMHU B
CTOPOHBI WJIV TIOJHSTHIMU BBEPX, 1 HOBOKPBLIBIX Neo-
ptera, Takoii crroco6HOCTHIO 0b6magaonmx. Palacoptera
BKJIIOYAIOT JIMIIb MAIYIO YacTh OT OOIIEro YUCIa BU-
ZIOB KPBLIATHIX HACEKOMBIX W B COBPEMEHHOH hbayHe
TPEJICTaBJIeHbl AByMs TakcoHamu, Ephemeroptera
(nonenkn) u Odonata (crpexossr). IIpu atom ecim
HOBOKDBLIbIE JIEVCTBUTEBHO TIPEACTABIISIOTCSI MOHO-
dureTmyecKkoil TPyNIoN, To MOHOMUINS IPEBHEKPHI-
JIBIX BBI3BIBAET OOJIBIIE COMHEHWS, IaKe HECMOTPST
Ha HAJNYKE TAaKUX OOIIUX aoMOP(HBIX MTPU3HAKOB,
KaK WHTePKaJISPHBIE KUJIKYU HA KPBLIbSIX WU CJIUS-
HUe JIAIUHUH ¥ Tajiea B MAaKCUJLJIaX BEAYIIUX BOTHBIN
00pa3 JKU3HU JIMIMHOK.

CyIecTByeT TakKe «MeTAlTEePUTOTHAS» THITOTeE-
3a (Borner 1909; Kmore 2000; Grimaldi and Engel
2005a), coriacHO KOTOpPOH II€PBOIM AWBEPreHITHEN
KPBLIATBIX HACEKOMBIX OBLIO pasjesieHne Ha Gasaib-
ueix Ephemeroptera m Metapterygota B cocraBe
Odonata u Bcex Neoptera. dTa THIIOTE3a HEILIOXO
TIOJI/IEP>KUBAETCS PSIZIOM IIPU3HAKOB, CBSI3BIBAIOIINX
TIO/IEHOK C GECKPBLTBIMY TEKCATIOIAMM: JIMHBKA B M-
TMHAJBHOM (hase, HAIMYME KayJaJlbHOTO (DUIaMeHTa
¥ HEKOTOPBIE JIPYTHE.

Hakonerr TpeThsl, <«XuMacTOMHMApHas» THIIOTE3A
(Schwanwitsch 1943, 1958; Matsuda 1981) nau6omnee
6a3aJIbHOI TPYTIITION MTEPUTOT MPU3HAET CTPEKO3, a B
KaJyecTBe TEPBOW JMBEPTEHIINN PAaCCMATPUBAET pas-
ZeJieHrie TI0 XapaKTepy MYCKYJIaTypbl KPBLJIOBOTO
ammapara — Ha npsMoMbiniednsix Odonata u mepe-
kpectHOMBIIeynbix ~ Chiastomyaria, BKJIIOYAOIIIX
Ephemeroptera u Bcex Neoptera. ApryMeHTOM B TIOJTb-
3y 9TOH TMIOTE3bl, HAPSIAY C YHUKATBHOH /711 CTPEKO3
KPBLIOBOM MYCKYJIaTypoii (6€3 IpOAOJIbHBIX MBIIIII),
MOXET CJIYXXUTh U MEXaHW3M HEMpPSMOTO IepeHoca
CIIEpMBI, OOIIMIA [IJISI CTPEKO3 U IIEPBUYHOOECKPBLIBIX
Hacekombix (Boudreaux 1979).

BwMmecre ¢ TeM, oJlHO3HAYHOU MOAMEPKKYN KAKOM-
60 U3 STUX TUTIOTES JI0 CUX MO HeT. Bo3aMoKHbIM
06bSICHEHNEM HTOMY SBJISIETCS TIPHYPOYEHHOCTH Ga-
3QJIbHOY TUBEPTEHITNY IITEPUTOT K OU€Hb KOPOTKOMY
MIPOMEKYTKY BPEMEHU B cpeiHeM eBoHe. OUYeBUIHO,
YTO TIPU TIEPEXOfIe OT OECKPBLIBIX K KPbLIATHIM Ha-
CEKOMBIM ¥ BO3HMKHOBEHUU IIOJIETA MMEJA MECTO
«B3DPBIBOIIOIOOHAST> PAMAIINS, B PE3YJIBTATE KOTOPOIt
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Palaeoptera
E phemeroptera Ephemeroptera Odonata
Odonata Odonata Ephemeroptera
Neoptera Neoptera Neoptera
Metapterygota Chiastomyaria

Data Reference Data Reference Data Reference

185/285 Hovmbller et al. 2002 185/285 Vheeler etal. 2001 185 Kjer 2004

185/285/H3  Kjer etal. 2006 185/285/H3  Odgen & Whiting 2003 185 Misof et al. 2007

EFAMCON mitgenome  Zhang et al. 2008 185 Yoshizawa & Johnson 2006

COIM25/165 185/285 Mallatt & Giribet 2006

185/285 von Reumont et al. 2009

Puc. 2. OcHoBHbIE THIIOTE3HI GazanbHON duaorennu Pterygota (mo: Simon et al., 2009).
Fig. 2. Principal hypotheses on the basal phylogeny of Pterygota (after Simon et al., 2009).

IIPOU3OIILIO PaHHee U 6oJiee UK MeHee OJJHOBPEMEH-
HOE TIOSIBJIEHWE B TIAJIEOHTOJIOTHYECKON JIETOTUCH
KaK TO/IEHOK U CTPEKO3, TAK U HOBOKPBLIBIX HACEKO-
MbIX. HeyIMBUTETBHO TTOITOMY, YTO TPENIPUHSATHIE
MOJIEKYJISTPHO-TEHETUYECKHE UCCIIEM0BAHUS TIOIED-
JKMBAIOT KaJKAYIO U3 TPEX MPEAJIOKEHHBIX THIIOTE3 B
3aBHCUMOCTH OT BBIOOpPA OOBEKTOB M METOAUKU 00-
pabotku gaHHbIX. CIUIIKOM YK CTOKHO HAWTH TIOI-
XOJIAIIE MOJIEKYJISIPHBIE MapKePhl IJIsl OTCIIEKNBA-
HUS 9TUX JPEBHUX W OBICTPHIX BEeTBJIEHWN. J[aHHBIE
MOCJIETHAX (DUTOTEHOMHBIX MCCJEI0BAHUNA MOTYT
OBITh UHTEPIPETUPOBAHBI B TIOIEPIKKY THIIOTE3BI O
TOM, YTO caMOil Ga3aJbHOI IPYIIION KPBLIATHIX Ha-
cekombix saBisiores Odonata (Kjer 2004; Yoshizawa
and Jonson 2005; Mallatt and Giribet 2006; Misof et
al. 2007; von Reumont et al. 2009; Simon et al. 2009),
¥ B NPUMEPHO PaBHOM IPOIOPIUU HOAAEPKUABAIOT
kouuennuu Metapterygota (Wheeler et al. 2001;
Odgen and Whiting 2003; Zhang et al. 2008) unu
Palaeoptera (Hovmoller et al. 2002; Kjer et al. 2006).

K rpymnme Neoptera, koTopas o6BIYHO paccMma-
TPUBAETCS B PaHTe OT MH(]PpaKiIacca J0 MOAKIACCA,
OTHOCHUTCSI TIOZIABJISTIONIEe GOMBIIMHCTBO KPBLIATHIX
HACEKOMBIX. BbIpaboTaHHass WM  CIOCOOHOCTD
CKJIaJIbIBaTh KPBLIbsS HAJ TEJIOM, CBSI3aHHAs C Ha-
IMYeM B OCHOBAHUHM KpbLIa 0c000ro (TPeThero)
AKCWJUISIPHOTO CKJIEPUTA, OOJBITMHCTBOM aBTOPOB
paccMaTpUBAETCS KaK BasKHEHINAs ayTarmoMopdus,
CBUJIETEJILCTBYIONAS O HECOMHEHHOU TosohuInu
rpymibl. VIMEHHO 3Ta CIIOCOOHOCTH CTaja BayKHOI
MIPEINOCHIIKOM K GYPHOMY DPacI[BETy MHOTHUX OT-
PSI0B HOBOKPBIJIBIX, KOTOPBIE Garogaps e cMorjm
OCBOWTH CaMble PasHbIe MECTOOOMTAHUS, HE Tepsis
crnioco6Hocté K mosiery. CyIlmecTByer, BIIPOYEM, U
WHAs TOYKA 3PEHUS, 10 KOTOPOM KPBLIbS HACEKO-
MBIX M3HAYAJIBHO MOTJIA CKJIAAbIBATHCS HAJ TEJIOM,
a TIOJIEHKU M CTPEKO3bl YTPATHIU Ty CIOCOOHOCTD
B CBSI3W CO creruanusaiuei. B takom ciydae yxe
Neoptera oxasbiBaioTcsl napaduiIeTU4ecKoi IpyI-
MO¥ ¥ He TPU3HAIOTCS OTIETbHBIM TakcoHOM. OnHa
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Knacc Insecta (=Scarabaeoda) — Hacekombie

MNMogknacc Lepismatona (=Thysanura) — beckpaiibie HacekoMsie
MNMogknacc Scarabaeona (=Pterygota) — kpeinamesie HacekoMbie
WHippaknacc Scarabaeones

C.IO. Cunes

Koropta Libelluliformes (=Palaesoptera)
HapotpAan Ephemeridea
Hapotpan Libellulidea
Koropta Cimiciformes (=Paraneoptera)
HapotpAan Psocidea
HapotpAan Cimicidea
Koropta Scarabaeiformes (=Holometabola, =Endopterygota,

=0ligoneoptera)

HapotpAan Scarabaeidea
Hapotpan Myrmeleontidea
HapoTtpaa Papilionidea
HapoTtpan Vespoidea
MHdpparnacc Gryllones (=Polyneoptera)
Hanotpan Blattidea
Hanotpan Perlidea
Hanotpan Gryllidea

Puc. 3. Cucrema kiacca Hacekombix (110: Rasnitsyn and Quicke, 2002).
Fig. 3. System of the class Insecta (after Rasnitsyn and Quicke, 2002).

U3 KaaccuPUKaIMii, OTPaKaoIUX MOA0OHYI0 TOUKY
3peHus], TpeficTaBjieHa B WM3BECTHOU MoOHOTpaduu
«History of Insects» (Rasnitsyn and Quicke 2002),
rme Pterygota pasmeneHbl Ha aBa MH(paKiacca —
Gryllones (=Polyneoptera), u Scarabaeones, 06b-
eIMHSIOIMX CTPEKO3, IOJEHOK U BCE IIPOYME TPYIIIIBI
KpbLIaThix HacekoMbix (Puc. 3).

®OUJIOTEHUA 1 CUCTEMA HOBOKPbBIJIBIX

HoBOKpBLIBIE HACEKOMbBIE B WX OOIIEPUHSITOM
TOHUMAHUY PA3JIEJSIIOTCS HA TPYU KPYITHBIX TPYIIIIHI,
Wi Koroptel: Polyneoptera, wiu opTonTepOuIHbIMA
komiuteke (orthopteroid assemblage); Paraneoptera,
win Temunrepouansii Komieke (hemipteroid as-
semblage); Oligoneoptera, wau Holometabola, — Ha-
CEKOMBIE C TTOJTHBIM TIPEBPAIleHUuEM.

Polyneoptera, oueBumHO, SABAAIOTCS CaMOW
JIpEBHEN TPyTTOi B cocTaBe Neoptera, Ype3BbIYAITHO
OOUJIBHO TIPENICTABJIEHHONW BBIMEPITUMHU (HOPMaMu
W TpeTepreBiiell HanboJiee WHTEHCUBHYIO ajall-
THUBHYIO PAIUAIMIO CPEIN HACEKOMBIX C HETOJHBIM
npeparenreM. OHU BKIIOYAIOT TaKUe PE3KO PA3JIH-

Yaomuecs: «(bu3nOHOMUYECKI» OTPSIIBI/ TIOAOTPSIIBI
kak Orthoptera, Phasmida, Plecoptera, Embioptera,
Grylloblattaria, Dermaptera, Mantodea, Mantophas-
matidae, Isoptera, Blattaria u, BosmoxHo, Zoraptera.
3-3a 0rpoMHOTO MOP(HOIOTHYECKOTO W HKOJIOTHYE-
CKOT0 PasHOOOPa3usi PELEHTHBIX, a B €Ie OOJIbIIeit
CTEIIeHU HCKOIAaeMbIX (DOPM, POACTBEHHbIE CBSI3H
MEXy HEKOTOPHIMU U3 3THX TAKCOHOB JOBOJBHO
HEOTpe/leJIeHHbl, a (UIOTEHETUYECKUI —aHAIN3,
OCHOBAHHBIN Ha PasHBIX MPU3HAKAX, JAET IPOTHBO-
peunBbie pe3ysbrartel. HekoTophie naHHbIe BOOOIIE
yKa3bIBAlOT Ha BO3MOXHYIO Tapadwmiuio Polyneo-
ptera (Terry 2003).

Bomee wiu MeHee OOMIETIPUHATHIM CTAJIO JIWIIh
obbenuHeHre syconuaibHbix TepmutoB (Isoptera),
XUIHbIX 6oromosioB (Mantodea) v pasHOSIHBIX Ta-
paxanoBbix (Blattaria), panee paccMaTpHBaBIINXCS
KaK OT/IeJIbHBIE OTPSIIbI, B PAMKaX OIHOTO OTPsiia
(umu Hapotpsaza) Dictyoptera (Snodgrass 1935; Bou-
dreaux 1979; Grimaldi 2001). Bce st HacekoMble,
XOTSI ¥ CWJIBHO PA3JIMYAIOTCS IO BHEITHEMY OOJIUKY
u 00pasy Ku3HH, 06pa3ylOT eCTECTBEHHYIO TDYIIILY,
MOHO(DUIIMS KOTOPON MOMIEPKUBAETCS KAK MHOTO-
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YUCJIEHHBIMA MOP(OJIOTUYECKUMU CHHATTOMOPPUSI-
MW, TaK U JaHHBIMU MOJIEKYJIIPHBIX MCCJIEIOBAHMUI;
[P HTOM TEPMUTBHI BOOOIIE MOTYT PACCMATPUBATHCS
Kak sycouuanbHble Tapakabl (Lo et al. 2000; Grand-
colas and D’Haese 2001).

Oco60ro yrmoMHUHAHHUS 3aCIyKUBAeT HeOOJIbIIast
cBoeoGOpasHas rpymmna Mantophasmatodea, oTkpbiTIEe
COBPEMEHHBIX TpejicTaBuTeNel koropoir B 2002 romy
(Klass et al. 2002) crasmo spkuM COOBITHEM B COBpE-
MEHHON MCTOPMH CUCTEMATHUKM HaceKOMBIX. IlepBo-
HAYAJIBHO HA OCHOBAHWM Psifia TMPU3HAKOB CTPOEHWST
KOITyJIATMBHOTO amiapara WX COMMKaId ¢ Tapaka-
woBeiMu (Dictyoptera s.str.), a mepBble TOTyYeHHbIE
MOJIEKYJISIPHBIE JIAHHBIE 3aCTABIIIV TIPETIONIOKUTD UX
CECTPUHCKHE OTHOIIIEHUS C TapakaHocBepukamu Gryl-
loblattodea (Terry and Whiting 2005); 6su