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PE3IOME

TuGpuau3alyist BUAOB — IIMPOKO PACIPOCTPAHEHHOE SIBJIEHHE B 9BOJIONMHU XUBOTHBIX. OHa MMeeT BaXKHOe 3Ha-
4yeHue B BupoobpasoBanuu. Kparko paccMorpena ucropust mpobieMst. JlaHbl onpesie/IeHUsI OCHOBHBIX TEPMUHOB
1 uX obcyxaenne. PacCMOTPeHBI Pa3JinyHble KaTeropuy THOPUAN3AIMY U THOPUIHBIX 30H 10 uX (dopme (y3Kue,
IIMPOKUe), FeHeTHYEeCKOH 1 IPOCTPAHCTBEHHOH CTPYKTYPe (KJINHAJIbHbIE, MO3aNUHbIe, CeTYaThble, OCTATOUHBIE; CHM-
nmaTpuvecKue; YHA- U OUMOZIANbHBIE), OMIaTepaIbHAs I ACHMMETPUYHAST MHTPOTPECCHST T€HOB, MEXaHU3MBI (Hop-
MHUPOBAHUA U MOAJEPKAHNASA rI/I6pI/I11HLIX 30H, CTAOUIBLHOCTD U IIOJBUKHOCTD 30H, a TAKXKE CBA3b I‘I/I6pI/IlII/IBaLII/II/I ¢
TaKCOHOMUeH, 300reorpadueii 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 HEJOCTATOYHO, HEOOXOAMM OIIBIT>
Pooacep Baxon (1267) «Opus Majus»’

BBEJIEHUE

Bompoc o posu rubpuausanuu B 06pa3oBaHUA
BUIOB ObLI TIocTaBiieH emé B XVIII Beke. Benukui
mBeckuil pehopmarop cucremaruku Kapis JIunuei
(Carl Linnaeus, 1707—-1778) Ha OCHOBE OIIBITOB IIO
CKDENTUBAHWIO PACTEHWI TIPENNOJIOXKII, YTO TaK
Ha3bIBaeMbIE NePeUYHbLE, NI U3HAYAIHEHO COTBOPEH-
HbIe BUIbI MOTJIM, CKPELIUBAsCh MEXIY COOOH, IaTh
MHOXECTBO @mopuyHbly BUmoB. OH TOJarai;, 4To
rubpuausaiys Iporekana B Asa stana. Cormacuo 12-
My usfgaHuio «Systema Naturaes (1767), cHauana 3a
CYET CMellleHUsI BO3HUKJIO CTOJIBKO PACTEHUN, CKOJIb-
KO ceif9ac po/i0B, a TOTOM CMeIIeHe TOCTIEeTHNUX ITPH-
Besl0 K 00pPa30BaHUIO CYIIECTBYIONUX HBIHE BUIOB
(cm. Komapos 1940: 21; TaiicunoBuu 1988: 38—43;
Bopkun 2009: 47). Kapn JlunHel, MO-BUAMMOMY,
TIEPBBHIM OTMETUJI 3HAYUTENHHO OOJBIINYIO PEAKOCTD
MEXXBUIOBBIX THOPUIIOB Y KMBOTHBIX IO CPABHEHUIO
¢ pacrenusivu (Linnaeus 1751: 3).

[pyroii, He MeHee 3HAMEHUTBHI HATYPAJIUCT
XVIII Beka, «(ppanitysckuii I[LmuHuil> 1 aHTarOHUCT
Jlunnes, Kopx Broddon (Georges Louis Leclerc,
Comte de Buffon, 1707—1788) Takxe MHOTrO BHUMA-
HUA yaeau npobseme rubopuansanuu. Ob6cysxaas eé
y KMBOTHBIX, OH IIPEJIOXKII B KAUeCTBe KPUTEPUS
BU/Ia TAK HA3BIBAEMBII «II0JIOBOI METO/I»: OTCYTCTBUE
MOTOMCTBA WX GECIITIOAHOCTh THOPUIOB YKA3BIBAIOT
Ha IIPUHAJIEKHOCTh CKPENINBAEMBIX poauTenell K
Pa3HBIM BH/IaM, 2 IIOJIOBUTOCTH THOPUIOB — K OTHO-
My. OH TakyKe 3aMETHJI, UTO TITUITHI G0JIee CKIOHHBI K
MEKBUIOBBIM CKPEIUBAHUSIM, YEM MJIEKOTTUTAIONIIE
(cm. Kanaes 1966: 91, 168—-184 u 211).

3aMevarenbHBIH pOCCUUCKU yué€Hblid [IéTp
Cumon Iamnac (Peter Simon Pallas, 1741-1811) B
1780 r. B cBOE#t akameMu4ecKoit peur 06 U3MEHYUBO-
CTU >KMBOTHBIX OTBepr rumote3y JIMHHes], KOTOPbIN
pacmpoctpansa eé u Ha kuBoTHBIX ([Tammac 2011:
75 u 79). Bonee Toro, Ilamnac naxke mepeducyan
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YeTBIPE <IPEISITCTBUSTY [IJISI CKPEIUBAHUS MEXKIY
nukuMu Bupamu (c. 86).2 ATo — HEmpeomoIUMOCTb
MHCTUHKTa (<«B3aMMHOE OTBpallleHue»), OecIiogue
ruOpUAOB, X CIAOOCTh M HECOBEPIIEHCTBO (HU3Kast
JKM3HECTIOCOOHOCTh,  BBIPAXKAsICh  COBPEMEHHBIM
SI3BIKOM), & TaKKe PAcCeMBaHWE BUOB IO Pa3Jiny-
HBIM TIpeJiesiaM 3eMHOTO 1rapa (T.e. reorpaduyeckas
usonsimst). TakuM 06pa3zoM, OH MPEABOCXUTHI KOH-
HENIUI0 MEXaHU3MOB DPEIPOAYKTHUBHOM H30JISAIIH,
JIETAJIbHO Pa3pabOTaHHYI0 B paMKaX CMHTETHYECKOi
teopun sBojorun B XX Beke (Dobzhansky 1953;
Maiip 1968, 1974).

OCHOBOIIOIOKHUK COBPEMEHHON 9BOTIOIMOHHOMN
teopun Yapas [apsun (Charles Robert Darwin,
1809-1882) mocBsaTHII aHAIM3Y TUOPUAU3AIUY TI€-
ayio raBy IX «IIpoucxoxaenus Bunos» (1859). Om,
KaK ¥ OOJIBITMHCTBO TOTIAITHUX HATYPAJIMCTOB, TIPH-
3HABAJI, YTO CKPENTMBAHKE PA3HBIX BUIOB MTPUBOIUT
K GeCIIOAHBIM THOpPHIAM, HO IIPeAJIaral pa3indaTh
JIBE KATETOPUM CTEPUIBHOCTH: y TUOPUIOB IIEPBOTO
TOKOJIEHVSI U Y TIocenyonmx rubpumos (JlapBun
1991: 237). Cnenyer 3amMeTuTh, 4TO IOYTHU BCA IJIa-
Ba OblIa TOCTPOEHa MPEUMYINECTBEHHO Ha OIBITAX
0 CKPEeNMBAHWUIO PACTEHUH, NPOBEAEHHBIX Moze-
dom Kémbpeiitepom® (Joseph Gottlieb Koelreuter,
1733-1806) u Kapsom Tepraepom (Carl Friedrich
Gértner, 1772—-1850), a cBeZieHUs 0 JKUBOTHBIX OBLIN
HE3HAYUTEIbHbI.

Cospemennuk JlapBuHa, (paHIily3ckuii 60Ta-
uuk [lapas Homen (Charles Naudin, 1815—1899)*
TaK)Ke IMPOCJIABUJICS CBOUMH HCCJEIOBAHUSIMU TI0
MEKBUIOBOM ruOpuausanmuu y pactenuii. OH ObLI
CTOPOHHMKOM 3BOJIIOIIMOHHOTO Pa3BUTHUS U TIOJIATasl
(ue3aBucuMo ot /[apBWHA), YTO KAUeCTBEHHOTO pPa3-
JIMYUS MEXKY BUIAMU, PaCaMu U Pa3HOBUIHOCTSIMU
uet. [ToaToMy, IO €r0 MHEHUIO, HA TIPAKTUKE OYEHb
TPYIHO PasTPAHUYMBATH TAK HA3BIBAEMbIE 2UOPUObL
(pe3ysbTaT CKpEeIUBaHWs PA3HBIX BUIOB) U NOMECU
(pe3yJIbTaT CKpemuBaHus Pac UIu PAa3HOBUIHOCTEMN ).
Hapno sameTuTh, 4TO APyTHE GOTAHUKHU TOTO BPEMEHH,
HarpuMep ¢paniy3 Jomunuk Togpon (Dominique
Alexandre Godron, 1807—-1880), HacTanBajy Ha TOM,

'Pomxep Bakon (Roger Bacon, okosno 1214—1292) — aurnutickuit MoHax-dpanmuckanerr, mpodeccop Oxcdopackoro yHu-

BEpPCUTETA.

I1.C. TTamnac AOITyCKaJI I‘I/I6PI/II[HO€ IIPOUCXOKAEHNE TOMAITHUX )KUBOTHBIX.

3Pe3ybTaThl 9THX OIIBITOB M B3IJIAABI IeTepOyprckoro axkamemuka loseda Tornuba Kémbpelitepa mpoaHaansrpoBas

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

“Tlompo6Hee o paborax I11. Hoxena o ru6punusanuu u pobieme Buga cM. A.E. Taiicunosuy (1935: 71-94, 1988: 110-123).
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YTO CTEPUJIBHOCTD WJIU TLIOJI0BUTOCTH TUOPUIOB MO-
JKET CJYKUTh KPUTEPUEM BUA WU PAa3HOBUIHOCTU
coorBerctBenHo (cm. laticunoBwu 1935: 76-77). B
1861 r. I1I. Honen nmpusHaBaj [UBEPreHTHBIN XapakK-
Tep BUA006PA30BAHUS W OTPUIIAT BOSMOKHOCTE CJIH-
SIHUSI PA3HBIX BUJIOB B OIMH MYTEM THOPUAU3AIN
(cm. Homau 1935: 231).

Tem He Menee B Havasie XX BeKa TOJIAHIACKUNA
6oranuk Au Jlorcu (Jan Paulus Lotsy, 1867—-1931)
BBIZIBUHYJI KOHIIETIITHIO SBOJTIONUY Yepe3 THOPUIN3a-
IIMIO BUJIOB, KOTOPAsi OCTABUJIa CBOM CJIefl B MCTOPUU
HAyKH, XOTs U ObLIa HAa3BaHA MCTOPUKOM T€HETUKU
A.E. TaiicunoBuuem (1988: 229) <«abcypaHoii».®
JloTcu ompenensni BUA KaK TPYIIY TeHETUYECKU
UIEHTHYHBIX 0COOEH, T.€. TOHUMAJ €TO OYeHb Y3K0. B
TaKOM CJIydae JIOTUIeCKU BCe KIBOTHBIE, PAa3MHOXKa-
IOIIMECS TIOJIOBBIM ITyTEM, TOJIKHBI PACCMATPUBATHCS
KaK ruOpUIbL, MOCKOJIBKY BCe 0COOHU, KPOME KJIOHOB,
TeHEeTUYECKM T€TEPOTE€HHBI, a TPOIecC BUA00OPa3o-
BaHUs HEM30EKHO ACCOIMUPYETCS C THOPHIM3AIHEN.
«OcHOBa HEKOTOPBIX CTPaHHBIX Teopuil JloTcw o
TpoIfecce BUIO0OPA30BAHUS JIEKHT, TAKUM 0OPa3oM,
B €T0 KOHIenwy Bugay (Maiip 1947: 191).

Unest dhopmoobpasyiomeii poiu TuGpUAN3aum
BBICKA3bIBAJIACh B MepPBOil TpeTn XX BeKa W HEKO-
TOPBIMHM 300JI0TaMH. BO3HMKHOBEHHWE TMOPHUIHBIX
TOTY /AU B 30HE BTOPUYHOTO KOHTAKTa OIM3KO-
POJCTBEHHBIX BUIOB cpeau mTuil oocyxaan 8 1919 1.
HeMelkuii opauTOoN0or JpBUH IlTpesemann (Erwin
Stresemann, 1889-1972) u npyrue (cMm. /leMeHThEB
1940: 619—621). [Tox BiusIHIEM GOTAHUKOB ¥ <MEH-
nemctoBs (p. 22), B Tom uncie dua Jlorcu, Gpuran-
ckuit opaurosior [lepcu P. Jloy (Percy R. Lowe) BbI-
IBUHYJ B fekabpe 1929 T. KOHIEIMIO MUKMO20HUUL
(um naemozamuu), OOBSICHSIONIYIO TOPA3UTENBHOE
MHOTOO6Gpasre HEKOTOPBIX TPYIII MITHI[ Ha OCTPOBAX,
Harpumep, BeiMepiux Moa Hosoit 3emannuu (38 Bu-
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IIOB 5 POZIOB) WJIM TAJIATIaTOCCKUX BHIOPKOB (22 Buza)
¢ momoreio rubpuausaiu (Lowe 1930: 26; 1936:
320). XoTa 9TO MpEANnoaoKeHHe ObLIO MMOJHOCTHIO
OTBEPTHYTO B OTHOIIEHWU TIOCTEIHUX, KaK U IITHIT
BoobOmie (JIak 1949: 114 u 143)8, cefiuac oHO BHOBb
npussekaeT K cebe Buumanue (Arnold 2006: 13—14).
Knaccuxk coBerckoii reHetuxu Anekcauzip CepreeBud
Cepebposckuii (1892—1948) B 1935 1. omybmkoBan
MHTEPECHYI0 MOHOTPA(UIO, TIOCBAIIEHHYIO THOPU/IH-
3aIIUY )KUBOTHBIX.

Jlunib mpumMepHo B 1920-€ rofibl CTa Iy MOSIBISATh-
CS TIePBbIE PE3YJIBTAaThl M3YYEHUs] TMOPUAU3AINU B
mpupoxe (Howard et al. 2003: 298). B CoBerckom
Cotose rubpuauzaiuu Kak (HaKTOpy HBOJIONUA
0c00eHHO OGOJIBIIOE BHUMAHHWE YIAEHSIN OOTaHMKH
(Komapos 1940; Pozanosa 1946; Cunckas 1948; 3a-
Bazckuii 1968; Py6uosa 1983; Kamemun 2009). @op-
mupoBanue B 1930-e u joMuHUPOBaHKE B TIOCTIENYIO-
IUe IeCATUIEeTHs OMOJOTUYECKON KOHIIEIINY BU/IA
KaK TEHeTUYECKU 3aMKHYTOH CHUCTEMBI HOIYJISIINAN
IIpUBEJIO K MOTYEPKUBAHUIO HCKIIOYNTEIBHO BaX-
HOIi POJI MEXaHU3MOB PENPOAYKTUBHOM U30JIAIUN’
¥ OTPUITAHUIO TUOPUIHOTO TIPOMCXOXKIEHUS BUIOB
JKUBOTHBIX, JIOITYCKasl B KAYECTBE UCKIIIOUEHWS JIUIITh
BO3MOXKHOCTH 00pa30BaHUsI TMOPUIHBIX BHYTPUBH-
noBeix exuuull (Maiip 1947: 409) wmm uHTpOTpec-
cuBHyto rubpuausanuio (Dobzhansky 1953: 297).8 C
JIPYTOii CTOPOHBI, ¥esi 00 YCUJIEHUU PENPOILyKTUB-
HOIi M30JISAIUU B 30HAX BTOPUYHOTO KOHTAKTa paHee
aJIIOTIATPUYECKW  TUBEPTMPOBABIINX — IOMYJISIIAN
(671M3K0 POACTBEHHBIX BUIOB UJIU MOJYBUIOB ) Ty TEM
oT60opa TPOTUB THOPUIOB TIPUBENA K MHTEHCUBHOMY
M3y9eHUIO TAaKNX 30H B PA3HBIX IPYIIIAX *KUBOTHBIX U
pacrenuii (Hubbs 1961; Sibley 1961; Bigelow 1965;
Howard et al. 2003).

PasBuTre IUTOreHETUYECKUX U MOJEKYJISIPHBIX
METOJIOB BO BTOPOU 1OI0BUHE XX CTOJIETUS TTO3BO-

SXotst ocuoBHas kaura Jlorcu «Evolution by means of hybridization» seinuia 8 Taare B 1916 1., umeercst 60osiee paHHUI
KOHCIIEKT €ro KOHIIENINY Ha pycckoM si3bike (JIorcu 1914). Barsaast JIOTCH ¢ KpUTHYECKHX MO3UIAI Hanboree ogpoOHO
paccmorpennt B.JI. Komapossim (1940: 66—71 u 123), cxxato H.T. Py6Gaiinosoit (1965: 181—182), K.M. 3asaackum (1973:
281-282) u 3.M. Py6uosoii (1983: 118) u 6osee 6maroxenarensro P.B. Kamenuusim (2004: 133 u 157-159).

STIocteqaue MccaeI0BaHsi 0OHAPYKUIU HHTPOIPECCUBHYO THOPUAN3AIIUIO MEK/LY BUNAMU 3€MJISTHBIX BBIODKOB Geospiza
(Grant and Grant 1992, 2004, 2008).

"CaM TepMUH «u30Upylomye MexauuaMbi» 66t BBenéH D.T. lo6pxanckum B 1937 1. (cm. Dobzhansky 1953: 180).

8TIo cupasemymBoMmy 3amedanuio E.H. ITanosa (1993: 67), crporue CTOPOHHUKK OMOJIOTMYECKON KOHIIENIIUY BUA TIPU-
HUMAJIM MEKBHIOBYIO TMOPU/IM3AIIMIO 32 HEKOE AaHOMAJIbHOE sIBJIeHHE. [[efiCTBUTENbHO, OHU TIPU3HABAIH €€ C PA3THIHBIMA
OrOBOPKaMH, Kak ObI HEXOTsI, B JIYYIIIEM CJIy4Yae JIMIIb KAK HApyIIeHUEe PEMPOAYKTUBHBIX U30IUPYIOIUX MEXaHU3MOB, Yallle
BCETO B YCJIOBUSIX aHTPOIIOTEHHOTO u3MeHeHus1 cpefpl. Celiuac yke MOYTH HUKTO HE COMHEBAETCSI, YTO TUOPHIAMU3AIUSA —
IIUPOKO PACIPOCTPAHEHHOE, OOBIYHOE SIBJICHHE B 9BOJIOIUY BUIOB, 2 HE HEKOE OTKJIOHEHHE.
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JIWJIO, B OTJINYME OT BHENTHEMOP(MIIOTHYECKUX TPH-
3HAKOB, aJIEKBATHO OIEHMBATh THOPHIHYIO TIPUPOLY
Kaxmoi ocobu.” B MHOroumnceHHBIX paboTax 6BLIO
MOKA3aHO BEChMA IMMPOKOE PACTIPOCTPAHEHUE MEX-
BUIOBOY MOPUAN3AIIUY CPEIV )KUBOTHBIX B IIPUPOIE.
970 HeM36€KHO TPUBEIO K HOBOM OIEHKE 3HAUEHUS
rubpuan3anuy Kak (HakTopa IBOIONUH, a TaKXKe K
HOBOMY, 6Gojiee TIIyGOKOMY MOHMMAHHIO MPOOGIEMBI
BUa ¥ BUo0o6GpasoBanus (Hanpumep, Anderson and
Stebbins 1954; Lewontin and Birch 1966; White
1968; Key 1968; lapesckuit 1974, 1986; Bopkun u
Japesckwuit 1980; Ipant 1984; Bacunbes 1985; ITaros
1986, 1989, 1993, 2001; Bullini and Nascetti 1990;
Arnold 1992, 2006; Grant and Grant 1992; Poccosu-
Mo 1993; Dowling and Secor 1997; Bopomnmuos 1999;
Kpiokos 1990, 2000; Barton 2001; Mallet 2005, 2007,
2008; Schwenk et al. 2008). Bosee moapobHbIi aHa-
JIN3 UCTOPUU UCCIEA0BaHui 110 rubpuausanun B XX
CTOJIETUU MOKHO HaiiTH B Ipyrux padorax (Pyb6aiino-
Ba 1965; Py6iosa 1983; Howard et al. 2003; Schwenk
et al. 2008; Kamesnuu 2004: 132—-146, 2009).

B mocrentue necatuieTvisi THOPUAM3AUS CTATIA
OJIHOM U3 OCHOBHBIX TEM DBOJIIOIMOHHON GUOTOTHN.
CraThsiMH TI0 9TON TEMATHKE B TEUYEHUE YKE MHOTHX
JIET HACHINEH OJIMH W3 TJIABHBIX MEXIYHAPOIHBIX
xypHanoB <«Evolution». Illupokuii aHanmms mpo-
1[eCCOB MHTPOTPECCUBHOM rMOPUAN3AIIMN B IPUPOIE
KaK 06MeHa reHaMH BMECTE C TaK HA3bIBAEMbIM JiaTe-
PabHBIM (MJIM TOPU3OHTATIBHBIM ) TIEPEHOCOM TEHOB
Cpel MUKPOOPTaHW3MOB, PACTEHUH, TPUOOB U JKH-
BOTHBIX TPUBOAUT K OCMBICTIEHUIO HBOJIIOIIMOHHON
mvBepcudUKaIMy He B BUE JIEPEBA, a CKOpee Kak
ceru xusuu (Arnold 2006: VII u 189).

OcHOBHbIE TIOHATHS H UX oﬁcym,uelme

K HacrosimieMy BpeMeHH HAKOIMJIOCh OIPOMHOE
KOJIN4eCTBO paboT o rubpuausanun. OHAKO UX aB-
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TOPBI HEpeaKO MPUMEHSIN PA3INIHYI0 TEPMUHOJIO-
IO JIJIsI OHUX U TEX JK€ SIBJIEHUH WU JKe, HA000POT,
TIpelJIarajid pa3Hoe TOJKOBAHUE OJTHUX U TEX JKe Tep-
MUHOB, YTO CTAHOBIJIOCh UCTOYHUKOM Pa3HOTJIACHI.
C onHOli CTOPOHBI, YKa3bIBAJIOCh HA CEMAHTUYECKYIO
Y KOHIIENITYaJIbHYIO IYTAaHUITY Y HECKOJIBKUX TIOKOJIE-
uuit yuénsix (Woodruff 1973: 213), a ¢ apyroii, ocyx-
JIAJIOCh TIOJYMHEHUE «IOTMaM alpUOPHBIX AebUHU-
mwii> (Tlaros 1989: 27). [list Toro, uTo6bI M36€XKATH
HETIOHNMAaHW, HUKe MBI IPUBOIVM (POPMYJIMPOBKHY,
MIPUHSATHIE B IAHHOM CTaThe. 3aMETUM, YTO B HEl pac-
CMATPUBAETCST TOJBKO €CTECTBEHHAsI THOPUAN3AINS,
T.€. T4, KOTOPast IIPOUCXOINT B IPUPOJIE.

ITon cucmemamuxoii Mbl TOHUMaeM HAyKy O TaK-
COHOMMYECKOM Pa3HOOODA3VHK JKUBBIX CYIIECTB (BH-
IIOB), T.€. OHA 3aBEIOMO IIIKPE, YeM IIPOCTO TIPABUIA
Kjaccudukamnuy (TaKCOHOMUS ).

TepmutoM zubpudusayus mol, Kak patee A.C. Ce-
pebposckuii (1935: 7), o6o3Ha4aeM CKpelMBaHUE
MEXIy O0COOSIMH, TIPUHAIJIEKANUMA K DPasHbIM
BuzgaM.' COOTBETCTBEHHO 2ubpud — TIPOAYKT TH-
GpuaM3aIy B JAaHHOM CMBICIEe (TIEPBOE U TOCIENY-
fotye moKoJeHus ). TakuM 06pa3oM, MbI TOBOPUM O
MEXBUIOBOM THOPUAM3AIMU. DTO JIMIIh YACTUIHO
coBHazmaeT ¢ GOpPMyIUPOBKOM, TPUHATON B MexXmy-
HapOXHOM KOZeKCe 300JIOTHYECKON HOMEHKJIATYPHI
(2004, CiioBapb: 146): rubpus — MOTOMOK JBYX OCO-
6eit, OTHOCAIIUXCST K PA3HBIM TAKCOHAM, TIOCKOJIBKY
TOIBUIBI TAKXKeE SIBJISTIOTCSI TakcoHamu (c. 159 u 166).

B nutepatype MOKHO BCTPETHTD BEChMa Pa3jiny-
HBle onpeseeHus rubpuansaryu. [lox aTo TOHATHE
MOABOAMIA W TIOABOIAT OYEHb OOMIMPHBIN CIIEKTD
SIBJIEHUU: OT CKPENUBAHNS T€eHETUIECKU HECXOMHBIX
ocobeil 13 OHOM TOMYJISIIIUK, MEX/Y PasHBIMU TI0-
MyJISIIUSIMYA, XPOMOCOMHBIMU pacaMy, IIOABUIAMU
110 0O6MeHa TeHaMU MEeKITy BUIaMH, B TOM YHCJIE TIPH-
HaJJIEKANMUMY K PA3HBIM TAaKCOHAM 60Jiee BBICOKOTO

Y coTb30BaHNE TOIHKO BHEITHUX PU3HAKOB, TEHETHYECKAs OCHOBA KOTOPBIX HE BCET/IA SICHA UJTU CJIOJKHA, OOBIYHO He TO3BO-
JISIET HAIEKHO MIEHTUDUITMPOBATH THOPU/IBL, TPUBOJIS KAK K 3aBBINICHHIO, TAK U 3aHIKeHMIO TaHHbIX (BopkuH u JJapeBckuii
1980: 487; ITanos 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). Hanpumep, 25eKTpohOPeTHYECKUi aHAIN3 GETKOB TIO3BOJIMI KAPAUHAIBHBIM 00Pa3OM TEPECMO-
TPEeTH NPeAbIIyIINe B3Il Ha IIPUPOY Psiia KaBKAa3CKUX CKaIbHBIX stimeput] (Japesckuit 1967: 140, 189-190 u 197), ycra-
HOBUB THOPUIHOE TPOUCXOXKICHNE TIAPTEHOBUIOB U HETMOPUAHOCTD 0060etool Lacerta mixta (A3semn u [lapeckuti 1974:
558; Uzzell and Darevsky 1973, 1975). Kaptsl uHTpOrpeccuu, HOCTPOEHHBIE IO MOP(OJIOTUYECKUM U GHOXUMUYECKUAM TIPH-
3HAKaM, y rpeOeHYATHIX TPUTOHOB 3aKapIaThs 3aMeTHO pasiudatorcs (JlurBurayk u Boprun 2009: 159). Takum o6pasom,
C OIHOI CTOPOHBI, HE BCE THOPU/IBI, JAXKe TEPBOTO TIOKOJIEHYsI, MOPGDOIOTHMYECKH TPOMEXKYTOYHBI MEXKITY POIAUTETHCKUMHA
BUJIaMH, a C JIPYTOH, He Bce MOP(HOTIOTMIECKH TPOMEKYTOUHBIE 0co0u siBJistioTcst rubpunamu (Dowling and Secor 1997: 605).

{'MBI IPHUIEPKUBAEMCS BOIIOIMOHHON KOHIIENIIMHU BHIA, IOJIATast, YTO OHA BKJIIOYAET BCE IIEHHOE, YTO pazpaboTano 6uo-
JIoTUYecKoii Kounerniuei Buaa (cM.: bopkus u ap. 2004: 939).
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panra (pox, Tpuba, cemeicTBo). BecbMa xapakrep-
HOI B 3TOM OTHOIIEHWM ObLIA MO3UIMS OOTAHUKA
BaBusioBckoi 1mkoasl E.H. Cunckoit (1948: 317),
KOTOpasi BBIAENSATIA MUKDO- U MAKPOUOPUOU3AUUIO,
WJIM OTAAJIEHHYIO TUOPUANIALINIO, C TIPOMEKYTOUHbI-
MU BapUaHTaMU MEXXIY HUMHU.

«CJIeI[OBaTeJIbHO, HY>XHO OT/IMYaTh Da3/IMYHbIE CTYyIIE-
HY IIPOSABJIEHMs BCTPEYHBIX IIPOLECCOB: 1) rMOpuausaruio
BHYTPH OTAEJ/IbHBIX KOHKPETHBIX €CTECTBEHHBIX HOHyJIf{III/II‘/,I
OJIHOTO BHJIa — MMKPOIMOPUAM3ALNIO; 2) THMOPHUAU3ALIMIO
MeXIy SKOTUIIAMH OQHOTO BHA; 3) rubpuamsanuio Gius-
KHX BUJOB B O4are MX IPOUCXOXKAEHUS; 4) TMOPUAU3ALINIO
6JII/13KI/IX MOJIOZBIX BU/IOB, HEAABHO BbINICAINNX N3 OJHOI'O
HCXOOHOI'O KOMILIEKCA, IIPXU BCTPEYaX UX 3a IIPE/IeTaMU IIEH-
Tpa IPOUCXOMKIEHNST; 5) THOPHUANSAIMIO OTAAJEHHBIX BUIOB,
KOTOpBIE aBHO U B CHUJIBHOHM CTelleHW IMBEpPrUpOBAIU U3
06mmux ucrokos» (Cunckas 1948: 320).

PasinyHble «XOPOIIO BHIPAsKEHHBIE THOPUIHBIE
30HBI», <MEKIIOABUIOBBIE THOPUABI»!! ¥ <«ITHpPOKast
30Ha BTOPUYHOM WHTerpajaluu, OOYyCIOBJIEHHAS
MPaKTUYECKM HEOTPAaHWYEHHON Tubpuamsamuen»
<«MEJKIY TIOTPAHUYHBIMY BUIAMU CKATTHHBIX STIEPUIT>
Kaskaza 6emm ormedensr W.C. Japesckum (1967:
188—189). Tubpuan3anusa MeXKIy TEeHETUYECKU CXO/-
HBIMU TIOTYJISIIUSIMU OJHOTO W TOTO K€ BUJA, WIU
BHYTPUBHIOBas THOPHAM3AIMS 0OCYKIaeTcs B 00-
sope @Opena Amnenmopda ¢ coapropamu (Allendorf
etal. 2001: 617).

Briparomuiicsi aMeEpUKAHCKAM 9BOJIIOIIMOHUCT U
opuurosior IpHcT Maiip (1968: 297) uérko yxazain
Ha TO, YTO PacIPOCTPaHEHUE TePMUHA «TMOpUAN3a-
I[UsST» K II0O6OMY IIOTOKY T€HOB OT IIOILYJISIIIAH K IOy -
JISIUY TIPUBOJAUT K «JIOTHYHOM, HO SIBHO aOCypAHOI
KpailHOCTH», KOrja JiroOyi0 MHOIYJISIHMI0 Ha3bIBAIOT
ruGpuzanoi. Emé panee A.C. Cepebposckmii (1935:
8) cmpaBemsMBO 3aMETHJI, YTO HAJUYME TIEPEXOIOB
MEKIYy Pa3MYHBIMU KAaTETOPUSIMHU CKPENIMBAHUN
(ocobeit, pac, TIOJBKUIOB, BUAOB U T.JI.) HE MOJKHO
MeliaTb IMOHUMaHUIO F]Iy6OKI/IX Ka4€CTBEHHBIX Da3-
auuniit Mexny uumu. OH ToJaraji, 4To, HECMOTPS
Ha HEKOTOPYIO YCJIOBHOCTH B OIPENETEHUN TPAHMUIL
BHU/Ia, OTPUIIAHUE 11e1eCO0OPAZHOCTH ¥ TIPABOMEPHO-
CTH BBIZIEJIEHNsI MEXKBUIOBOI THOpUAM3anu B 6oiee
WM MeHee CIenudUIecKyio 06JacTb MOKET TPUBe-
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CTH K BBIXOJIANIIMBAHUIO BCETO TIOHATHS O THOPUAAX.
OcraBiisiss TEDMUHBI «TUOPUAUSANUST> U <TUOPUIHI>
3a 00sacThi0 MexXBUAOBEIX ckpemuBanmii, A.C. Ce-
pe6posckuit (1935: 9) mpeaIoKII CKpeuBaHusT Ha
BHYTPUBHUIOBOM YPOBHE (IIOZIBU/BI, PACHI, TIOPOIIBI)
HasbIBaTh cybeubpuousavyuei (cybeubpuovt), a BHIIIE
ceMelicTBa yavmpazubpuousayueti (yrvmpazubpu-
0bt), HATIPUMED, OTIBITHI TT0 THOPHUIM3AINA MOPCKUX
exeit ¢ MosuTiockamu (c. 143). MexxBumoBoe CKpenu-
BaHUe OH Ha3bIBAJ TaKxKe zemepozernvim (c. 50).

B oredecTBeHHOI uTEpaType, 0COOEHHO CBSI3aH-
HOU C TIPUKJIATHOW TEHETUKON U CeeKIThen, MeXKBU-
noBble (M MEXPOIOBBIE) CKPEUIMBAHUS OTHOCWIU K
TaK Ha3bIBaeMOi omoanénnoti zubpuousavuu (Pybaii-
noBa 1965: 8; 3asanckuii 1968: 111 u 334; PyoGiosa
1983: 126—127). ITOT TEPMHUH, CTABIIHIA IMUPOKO UC-
nosb30BaThest ¢ 1930-x rogoB mocsie paGoT reHeTHKa
IJI. Kapmeuenko,'? nHOT/Ia TIPUMEHSIETCST 300I0TaMHU
u ceityac (cm. ITanoB 1989: 20; Kprokos 1990: 27).
Opnaxo cam I.J[. Kapmeuenko mucan B 1935 1. cie-
IyIOIIEE:

«IIpu paccMOTpeHMM DPa3IWYHBIX  CKDPEIIUBAHUUN
[0 XapakTepy IOJIydyaeMbIX TMOPUAOB IIPENCTABJISIETCS
TPYAHBIM JE€JIUTh UX Ha BHYTPUBUAOBBIE, MEXBUIOBBIE N
MeKkpozioBbie. [eHeTUUecKast AuBepreHius (GopM He BCeTaa
COOTBETCTBYET TEM MOp(l)OJIOI’I/I‘-IGCKI/IM IIprU3HaKaM, II0
KOTOPBIM CTPOATCA COBPEMEHHBIE CUCTEMBI, 1 BCJIEICTBUE
9TOT0 HEKOTOPbIE MEKBUIOBBIE FI/I6PI/IZ[I)I HE OTJINYalOTCA
[0 CBOEMY MOBEIEHWI0 OT BHYTPUBUIOBBIX, a TMOPUIIbI
HEKOTOPBIX paBHOBHI{HOCTeﬁ BEAYT 0665{ KaK THIIMYHbIC
MEXBUOOBBIE U IIP. Hpel[CTaBJIHeTCH IIpaBUJIbHEE EJIUTDH
CKpEIMUBaHUA Ha 6JII/I3KI/Ie U OTJaJIEHHbIE B TOM WA
WHOH CTeleHW, pasyMesl IO OTAAJIEHHOCTHIO pasjudue
TeHETHYECKUX CTPYKTYP CKPEIIUBAIOIUXCS (HOPM, HETo-
CPeZICTBEHHO OTPpaXalollleecd Ha XapaKTepe U IIOBE/ICHUU
ruOPUIOB. ITO Pa3IMIKe CTPYKTYP ONPEAE/IAETCS TeHHBIM
COCTaBOM, CTPOEHHUEM XPOMOCOM, YHCJ/IOM UX, a UHOTAa U
nuddepennmanueii miazmery (Kapneuenko 1971: 147).

IpHcr Maiip pasnuyan 0OMeH reHaMy MEKLY T10-
MyJISIIUASIMY OJTHOTO ¥ TOTO JKe BU/IA U THOPU/IM3AITHIO.
ITox mocyenueit oH moHMMAT <«<..> CKpPEIIUBAHUE
MESKIY 0COOSIMHU, IIPUHAIJIEKAIUMU K 08YM HECX00-
HOIM NPUPOOHBIM NONYAAUUAM, KOTOPHIE BTOPUIHO
Bcrymwiu B KoHTakT» (Mayr 1963: 110; 1ut. mo:
Maiip 1968: 101)!® unu mpocTo Kak «CKpelrBaHie

'HexoTopble U3 IIEPEYNCIEHHBIX UM TIOBUIOB CEHYaC CYNTAIOTCS BUAAMU.

12«M3yuenue orpanenHoi rubpuausaiu pacreauii B CCCP» (1934) u «Teopus otnanennou rubpuausanuus (1935), roe
peusb IIJIa O CKPENIMBAHUK BU/IOB ¥ POJIOB pacTeHwMi B 1ieJistx cesekiuu (cM. Kapneuenko 1971: 134 u 147). Onnako coueta-
HU€ «OTAaEHHAs TMOPUIM3AIIVSI> JKUBOTHBIX HOMaAaeTcs B opuimanbhbix gokymenrtax 1931 r. (Cepebposckuii 1935: 47).

13391a hopmynupoBka Bckope Oblia noaseprayta kpuruke (Bigelow 1965: 457), HO eé IpUHSIIM HEKOTOPBIE IPYTUE OPHU-

tosioru (HanpuMmep, Rising 1983: 133).
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MEXY 0COOSIMMU, TIPUHATEKANIUMY K PASHbIM eCre-
cmeennvim nonyasyusims> (c. 515; kypcus nam — JLB.
u C.JI.). DTO IOBOJIBHO PACILIBIBYATOE OIpeNeIeHre
HEe BO BCEM COBIAJAET C €r0 XXe KPUTHKOW IPYTUX
ABTOPOB, a TAKXKe C COOCTBEHHBIM H0JIee PAHHUM TOJI-
xoBaHueM (Maiip 1947: 393):

«I/I3OJII/IpyIOIIII/Ie ME€XaHU3Mbl HE€ HENOTPEIMNMbI U
KOIZ[a OHHM OTKa3bIBAIOT, TO (OPMBI, KOTOpble (osee WiIu
MEHE€ NTUBEPrupoOBaJIH II0 CBOEMY I'€HETHYECKOMY COCTaBY
U CHCTEMATHYECKUM OTHOLIEHUSM, CKPEIUBAIOTCsL. Takoe
CKpEIIBaHUE HAa3bIBACTCA FH6pHHH33HHeﬁ. Ouenb TPYAHO
OIIPEAE/IUTD 3TOT TEPMHUH WJIN XOTA 6])1 OTTPAaHUYUTD €T0
OT Pa3IUYHBIX (HOPM BHYTPUBU/IOBBIX CKPEIUBAHUH. Yno-
mpebienue mepmuna 2ubpuousayus 6e3ycioeHo onpasoano
8 mex CAYUasx, K0z0a peub udem 0 CKPeujUeanHusx Meicoy
0COBSAMU PASIUUHBIX CeMETiCME8, POO08 UNU XOPOULUX 6UO0E.
Ho B Kakoii Mepe MOKHO Ha3bIBaTh THOPHUAM3AIMEN CKpe-
IMUBaHE MEXIY OCO6HMI/I Pa3INYHBIX IMOABUIOB UJIU IIPO-
CTO OTJIMYAIONTUXCS TOIYJIALUN ORHOrO BUAAa?» (KypCHUB
nvam — JIL.b. u CJL).

B usBectHoii crathe (Bigelow 1965: 458) mon
ruGpuan3aIreil TOHUMANIOCh «<..> CKpeIlUBaHUe
MEXIYy eCTeCTBEHHBIMU IIOIYJIAIUSIMU, [OCTATOYHO
JIMBEPTEHTHBIMHA, YTOOBI MPOSIBAATH 3(MGEKT Tre-
HETUYECKOH HEeCOBMECTUMOCTH, Ppaclo3HaBaeMOM
Kak TakoBoil». OIHAKO Takoe olpefiesieHre TPYIHO
ucnonb3oBarh Ha npaktuke (Woodruff 1973: 213).
E.H. ITanoB (1989: 14) mpemysoxus OrpaHUYUTDH
TPUMEHEHWE TOTO TEPMHMHA K MpoOJIeMaM Derpo-
INYKTMBHON M30/IAIUK U BupooOpasoBanus.'t Mpbl
TMPUHUMAEM 3TOT Pa3yMHBIH IOJAXOJ] B KOHTEKCTE

JLA. Bopkun u C.H. JIutBunuyk

mpobJIeMBI TPAHWIBI BUA, T.€. HAYWHAS CO CTAUU
«METAIOIBU/IOBY>, MOJYBUAOB (semispecies)!® wuim
3apokaatonuxcs Bunos (in statu nascendi).

Mmuorue asropsl (Woodruff 1973: 214; Harrison
1990, 1ut. o: Kprokos 2000: 12; Dowling and Secor
1997: 595; Gardner 1997: 2; Arnold 2006: 25 u 192)
Mo/l TUOPUAN3ANNEH TOHUMAIOT CKPENUBAHUE 0CO-
Geit IBYX MOILYJISIIUE (MJTM TPYIII MOILYJISIIIAI ), pas-
JIMYMMBIX TIO0 OJHOMY WU (oJiee HACJTIEACTBEHHBIM
mpu3HakaM. Takoe oIpelesieHue, 10 WX MHEHHUIO,
YHUBEPCAILHO st JIIO0OM KOHIENIMYA BUAA W HE
OIIEpUPYET C TAaKCOHOMUYECKOM OIleHKou Gopm.'
IT0 sKOOBI MO3BOJISIET M30€KaTh JIOTUYECKH II0-
POYHOTO KPYyTa, €CJIM TOJi THOpUAM3ANueld paccMa-
TPUBATh TOJBHKO CKPEIIUBAHWE BUIOB, MOCKOJIBKY
rpaHuIbl Buga (110 KpaitHell Mepe, B GHOJIOTHYECKO
KOHIIETIIINN) OTIPEENSIIOTCS  HECKPENMBAEMOCTHIO
¢ G6auM3KOpOACTBEHHBIMM (opMmamu (CM. TaKKe
Maiip 1968: 101). OgHako 5TO He TaK, MOCKOJBKY
HaJIM4YKre THOPUAM3AIMY caMo TI0 cebe emeé He OT-
puraer BuzoBoro craryca (opm. Hampumep, A.IL.
Kpiokos (2000: 43 u 45), HeCMOTpsI Ha HaIWU4YHe
YCTOMYMBBIX THOpUAHBIX 30H B EBpome u Cubupy,
npuAaéT rTMOPUAM3UPYIOIIAM CEPOii U YePHOM BOPO-
HaM CTaTyC BUOB. ITO XK€ OH C/IE/IAT ¥ B OTHOIIEHUH
COPOKOITYTOB-KyJIAaHOB (TaM :Ke), MPHUAEPKUBASICH
TaK HA3bIBAEMOW (DUIOTEHETUYECKOW KOHIIETIIH
BHUJIa, YTO COOTBETCTBYET PAHTy MOJIyBHIA B OHOJIO-
ruvyeckoi kKoumennuu Buaa.l’” Ha mamn B3rs, mox

“Hemuoro patee E.H. ITanos (1986: 224) onpezeis ruGpuan3aiuio Kak «<.>CKpellrBaHue 0co0el, MIPUHAIIEKAIINX K
PA3HBIM TIOILYJISIIUSIM, €CJIU MEK/Y TAKMMHU HOTMYJISIMSIMUA B HOPME UMEETCS Pa3PhIB (XUATYC) MO KaKUM-TU60 MOPGhOIOTH-
YeCKUM MPU3HAKaM — OY/(b TO Pa3MePHbIE XaPAKTEPUCTHKU, 0COOEHHOCTH OKPACKY UIIH PA3JINYKSI B CTPYKTYPE KAPUOTUIIA.

UTlonstue «noayeud» (semispecies) 6bu10 mpeyoxkeno . Maiipom (Mayr 1940: 256). XoTs TepMUH BOLIEN B IIPAKTH-
Ky, 0cobeHHO cpenu opHuTo0roB (Hampumep, Short 1969a: 89; Crenmansan 1978: 1466; Haffer 1986: 178; Kprokos 2000:
7), Hekotopbie aBTopsl (Key 1982: 441) cumranu ero 6ecrosie3HbIM. BIM3KUM MOXKHO CYMTATh MOHSTUE <«Me2anooeuo»
(megasubspecies), KOTOPbIM 0003HAYAIOT IPYIIIBI IIOABUIOB, 00pa3yIOIIUe IIPH KOHTAKTE Y3KYI0 THOPUAHYIO 30HY ¥ IIPU-
GUIMKAIOIMECS K CTATyCy GHOIOTMYECKOTO BUIA, TOTIA KaK IIPOCTO MOABKIBI JAIOT MIUPOKYI0 300y uHTeprpaganuu (Haffer
1986: 178). «HeoneparnuonanbHocThy aTuX moHsATHI otMeTnst E.H. ITanos (1989: 11).

6Ha Hamm B3IJIsiA, JaHHOE OIIpe/ieJieHNe BeCbMa PAacIUIBIBYATO M MeHee ynauHo, 4yeM npemynoxenue E.H. ITanoa. Panee
A.IL. Kpiokos (1990: 25) mox rubpuausanueii moHAMAN «<...> CKpelInBaHUe 0COOEH M3 OTYETIMBO PA3IUYAIONIUXCS TI0-
My, HE3aBUCUMO OT WX TAKCOHOMUYECKOTO paHras. Bimskoe ompesenenue, HO 6e3 KOHI[OBKH O TAKCOHOMIYECKOM
panre, MOKHO HaiTh u y Apyrux aBTopoB (Green 1996: 96). OTka3 OT OlleHKM paHTa TAKKX MOIYJISINH, KaK ¥ OT UCTOPUU
UX KOHTAKTa, T.€. Pa3iM4eHus WHTePrpagaliiy wiu BropuaHoro kourakra dopm (Woodruff 1973:214), Bpsin i1 MOKHO
TIPUBETCTBOBATb.

"CormacHo GpUIOTeHETUYECKO KOHIIETINH, BUJL — 9TO HAaMMeHbInast AuaraocrupyemMas rpymmna (diagnosable cluster) oco-
Geit, cBsi3aHHBIX pozcTBOM Tipeaka—moToMka (Cracraft 1983: 170). Muaue ToBOPS, TOMYJISANMHA ¢ ATOMOPGHBIME TPU3HA-
KaMU MPU3HAIOTCS 9BOMIOIMOHHBIMY €IUHUIAMUA ¥ TAKCOHOMUYECKUMHU BUIaMU. /[pyrue OpHUTOIOTH-IBOJIOUOHUCTHI
(Haffer 1986: 178; Ianos 1993: 63 u 66) cooTHOCAT «hUIOTEHETUYECKUH BU»> C TIOJBUAOM B PaMKaX GHOJOTHMYECKON
KOHIIETIIINY, & KATETOPHIO TIOMyBUa (MM METAMOIBH/A) TPUPABHUBAIOT K BOJIIOIMOHHON KOHIenuu Buaa. O BO3MOXK-
HOCTH e[iHOM o6miet kontenuu Buga cM. de Queiroz (1999).
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[PEJIOKEHHOE BBIIE OIpPeeieHre TuOPUIM3aIu
MOJKHO TIOIBECTH BEChMa ITHUPOKUIN KDYT SIBJIEHWUI,
MTOCKOJIBKY MHOTHE TIOILYJISIIIAN 6HYMPYU BUIA MOTYT
Pas3IM4aThCss XOTs ObI IO OHOMY HAaCJIe[ICTBEHHOMY
[IPU3HAKY.

Ilepsuunas unmepepadayus'® — nepBUYHBII reo-
rpadUvYecKy HETPEPHIBHBIN TIEPEXO MEXKIY AUBEP-
TUPYIONIMMU TPYHIIAMU HOMyJIsiiuii (TO[BUAAMMN )
B IpejesiaX apeajia OMHOTO M TOTO Ke Buza (70 uX
reorpaduyeckoro obocobmenus). TepMuH ObLI TIPe-
snoxxeH B 1942 r. 9pucrom Maiipom (1947: 163, 1968:
296). NnTeprpazaius sBIseTCS Pe3yJIbTaToM pacce-
JIEHUsI BU/IA U1 [JATITAIIAY €T0 JIOKAJIBHbIX TTOTY JISTIUAN
K MECTHBIM YCJIOBUSIM C COXPAaHEHUEM IIEJIOCTHOCTU
BUJIa 32 CYET TOTOKA TEHOB MESKY TOIYJISIIIUSIMU.

Bmopuunas unmepzpadayus — TPOCTPAHCTBEH-
HOE CXO)KJIeHWe paHee reorpaduyecku 060cobIeH-
HBIX TPYIII MOy Buga (HAIPUMED, TO[BUIOB
WJIY TIOJTYBU/IOB).

Konmaxmmnas 30na — 30Ha CONPUKOCHOBEHUST WU
HePEKPIBAHYSI aPEAJIOB OJIM3KO POICTBEHHBIX BUIOB.

Tubpuonas 3ona — KOHTaKTHasI 30HA C TIPU3HAKA-
MU THOpuau3anun. VIHBE OTpe/eeHrst TIPUBEIEHB!
B COOTBETCTBYIOIIEM pasjierie.

Cormacuo 3. Maiipy (1947: 164, 1968: 297), cu-
CTEMATUKY TPENIOYUTAIOT HA3bIBATh 30HBI BTOPUY-
HOM MHTEprpajialiuy 30HaMu rubprausarm. OHAKO
TIPY BTOPUYHOM KOHTAKTe THOPUAU3ANUS MOYKET W
He TPOUCXOINTD, ECJIU CUJIBHO IUBEPTHPOBABIITHE B
yCI0BUAX TeorpadudecKOi U30JSAIUY TPYIIIIBI MOy -
JISIAY OCTUTJIM YPOBHS BUZIOB C HAIEXKHOW PeIpo-
IyKTUBHOM u3ossnuei (cM. Takke Matip 1971: 223).
ITosTomy, Ha Halll B3IJIsiA, JIy4llle Pa3rPaHUYMBATDH
9T pasHble sBJeHUs. B pse ciydaeB TPyAHO IPO-
BECTH YETKYIO TPaHb MEXIY TMOpUAN3AINeEi U BTO-
pUYHOI WHTeprpajialyei, MOCKOJIbKY 3TO 3aBUCHUT
OT TPU3HAHUS KOHTAKTUPYIOMUX (HOPM IOABUAAMU
Wi BUIaMu. B mepByio ouepesb 3T0 OTHOCUTCS K CH-
Tyaluy ¢ He3aBEPIIEHHBIM BUA000Pa30BaHUEM WM
K 6JIM3KO POJICTBEHHBIM BU/[AM C TAPATIATPUYECKAMU
apeasiamu. [IpuBe1éM HECKOIBKO Pa3HBIX IIPUMEPOB.

VY Geckpsinoit akpunst Podisma pedestris (Ortho-
ptera, Acrididae) BbISIBJIEHBI 1B€ XPOMOCOMHBIE PACHI,
KOTOpbIE PA3IUYAIOTCS TAKXKe MO COAEPKAHUIO STep-
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noit /IHK, Ho He 1o BHeImHUM nipu3Hakam. [losaraior,
YTO TIOCJIE OKOHYAHUSI JIEAHUKOBOTO TIEPHO/IA TIO MePe
MOTEIUIEHNST KJIMMAaTa 3TH paHee aIoNaTPUYECKUe
pacsl cTayiu 3acesisaTh TopHbIii for Dpauimu, 110 Kpaii-
Hell Mepe, TI0 ZIBYM pa3HbIM HampaBieHusM. O6paso-
BABINAsICS [IOCJIE X BCTPEYM y3Kasi TUOPUIHAS] 30HA
mmpuHoi B 580—800 M u mymtoi B 140 kM cyIiecTBy-
eT, mo-BuguMomy, 6osee 8000 JieT ¥ MoAIEPKUBAETCS
3a cuéT GasaHca MeXKIy BCEJIEHUEM pac B 9Ty 30HYy U
0TOGOPOM IIPOTHUB THOPUAOB, 00YCIOBIEHHBIM T€HETH-
YecKO HeCOBMECTHMOCTBI0O XPOMOCOMHBIX pac. Ha
OCHOBAaHUH OIIBITOB TI0 CKPENIMBAHUIO IPEIOJIara-
€TCsI, YTO CBOM BKJIAJ] B TIOHIKEHHYIO JKU3HECTIOCO0-
HOCTb THOPHUIOB BHOCAT mouTH 150 HE3aBUCHMBIX JIO-
kycoB (Barton and Hewitt 1981a, 1981b: 378; Nichols
and Hewitt, 1988: 40 u 47; Hewitt 1990: 1705—-1706;
Keller et al. 2008).1°

Vicnonb3oBanme MUKPOCATEIIUTOB MOATBEPANIIO
HaJInyue TPEX YETKUX TOJBUIOB y 3allaflHOAMEpH-
KaHCKOM HesIChITH Strix occidentalis n 103BOIUIO
0YepPTUTHh TPaHUIBI WX pacnpocrpaHenus. Okaza-
JIOCh, YTO HTHUIBI CEBEPHOTO U Kaau(OpPHUIICKOTO
MO/IBU/IOB TUOPUANSUPYIOT B y3KOW 30HE WHTPO-
TPeCCUu ¥, BO3MOXKHO, SIBJITIOTCSI PA3HBIMU BUIAMU
(Barrowclough et al. 2005: 1117; Funk et al. 2008:
168). 3amerHass uHTporpeccusi 6bIa OOHApyXKeHa
Iake MeXay reorpaduyecku W30JUPOBAHHBIMU
CEBEPHBIM U MEKCUKAHCKHUM TIO/[BUIAMHU, YTO CBUJIE-
TEbCTBYET O TATEKNX 32IETaX MUTPAHTOB B ITPEIEJIBI
JPYTOTO TOBU/IA.

AJTIO3UMHBIN aHAIW3 TI0KA3aJ, 4TO TOPHAs |
paBHMHHasE (POPMBI CEBEPOAMEPUKAHCKON 6e3Jé-
rounoii camamauzapbl (Eurycea bislineata complex),
CUMTABINUECS TMOABUAAMY, TEHETUYECKU PA3JIHMYHBI
(D=0.22) v 1py1 OTCYTCTBUY SIBHBIX Te0TpadIecKix
nperpaj 06pasyioT Y3Kyl0 KOHTAKTHYIO 30HY Mpak-
THYeCKH 6e3 0OMeHa TeHaMH. DTO TO3BOJISIET pac-
CMaTpUBaTh MX KaK pasHble Bubl, Eurycea wilderae u
Eurycea cirrigera (Kozak and Montanucci 2001: 30).

JlBe KapHOJOTMYECKH PAa3JIUYHBIX (OPMBI C
IapanaTpUYeCKUM PacIPOCTpaHeHreM ObLIM OOHa-
PYJKEHBI Y CEBEPOaAMEPUKAHCKUX stmieput] Sceloporus
grammicus. B KoHTaKkTHO# 30He mupuHoi B 400 M
ObLI OOHAPY/KEHBI TUOPUABI MEPBOTO TTOKOJEHUS

1806BIYHO TEPMUH «WHTEPrPAIANKUSI> UCIIOAb3YeTCsT Ge3 anuTeTa «reorpabudeckas» U BKIOYAET KaK MEPBUYHYIO, TaK K
BTOPUYHYIO MHTEPIPALAIUU. DTOT Ke 00BEM COXPAHIIICS U IIPK 1o6aBIeHUN cioBa «reorpaduueckas» (Key 1982: 430).

1YBosHUKAET 3aKOHHBIN BOIIPOC, 2 HE SIBJSAIOTCS JIU 9TH XPOMOCOMHBIE PAChl PA3HBIMU KPUTITHIECKAUMHU OUOJIOTUYECKUMHE

BUIAMU ?



90

(F,) u 6exkpoccsi (B,) ¢ obenmu dopmamu. Oxrako
CJIEIOB UHTPOrpeccuu He ObLno, U 06e HOpMBI CO-
XPaHSIIOT CBOU reHeThYecKue (QJIJI03UMBbI) PA3IUI,
YTO TI03BOJISIET CYUTATH X MOJIOABIMU KPUTITHYECKH-
mu Buzpamu (Hall and Selander 1973: 240).

Panee, xorma myHaliCKUU TPUTOH CUUTAJICS TIO-
Bunom rpebenuaroro tputona (Triturus cristatus
dobrogicus), ero KOHTaKTHYIO 30Hy B 3aKaplaTbe C
HoMuHaTHBHBIM moaBuaoM (Puc. 1) MoxHO OBLIO
BITOJIHE OMPABIAaHHO PACCMATPHBATH KAaK 30HY BTO-
puuHOll nHTeprpaganuu. OnHAKO ceifyac, Koraa Bo-
poc 006 UX BUAOBOM CTaTyCe MPAKTUIECKU HU y KOTO
He BBI3bIBAET COMHEHVIS, JIy4Ille TOBOPHUTD O Iaparia-
Tpudeckoi rubpuausanun Triturus cristatus u Triturus
dobrogicus (JTutBunuyk u Bopkun 2009: 154).

Hnmpozpeccusnas eubpudusayus (introgressive
hybridization: Anderson and Hubricht 1938: 396),
wm unmpozeccusi (introgression) — MOCTeNeHHAS
UHOUIBTPAILKs TEHOB OMHOTO BHAa B TEHHBIH My’
JIPYTOTO 32 CYET MOBTOPHBIX BO3BPATHBIX CKPEIIHNBA-
HUil TMOPUIOB ¢ poauTeasaMu (OEKKPOCCHHT).

Hamo 3ameTuTh, YTO B JINTEPATYPE TPAKTUIECKU
BCE PACCMOTPEHHBIE TEPMUHBI TIOABEPTAIOTCS Pa3-
JINYHOMY TOJIKOBAHUIO, COMHEHWIO WJIU KDUTHKE.
Hampuwmep, maxe caM TepMUH «THOPHT», TOCKOJIBKY
OH MOJKET OIUOOYHO MPENOaaraTh, YTO MMEETCS
JIIIb OJIVH TUOPUAHBIA (PEHOTHI, a He IMPOKUii
CIIEKTP PEKOMOMHAHTOB, ¥ B TAKOM CJIydyae He JIydIlie
JIM WCTOJB30BaTh YacTOTH TeHOTHNoB (Anderson
and Hubricht 1938: 396; Barton and Hewitt 1985:
115). TepMUH <MHTPOTPECCHS> HEPENKO TOHUMAIOT
OY€eHb IIMPOKO, KaK 0OMEH IreHaMH MEXKIY JIOOBIMU
b depeHInPOBAHHBIMY MO ISIITHOHHBIMU CHUCTE-
MaM¥, BKJTIOYAsI PACHI ¥ TIOABUIBI, ¥ UCTIOJIB3YIOT [T
JOBOJIbHO pasHbiX siBaenuit (Schwenk and Spaak
1995: 467). He Bcerma siCHO, SBJISIETCS JIA KJIMHAJIb-
Hasi WU3MEHYMBOCTH PE3YJBTATOM IIEPBUYHOM WH-
teprpajanun (auddepeHManuy) Wi BTOPUIHON
unrteprpaganuu (Maiip 1968: 297 u 305; Barton and
Hewitt 1985: 133), x0T mpenmaraioTcst METOABI WX
unentudurarym (Thorpe 1984).2' B psme Moperneis

YAMepUKaHCKAEe OGOTAHUKA WCIOJb30BAIM  TEPMUH

«germplasms.

JLA. Bopkun u C.H. JIutBunuyk

OBLIO TIOKA3aHO, YTO AK€ OYEHb KPYThie KJIMHBI?
MOTYT Pa3BUBAThCSI BIOJb TPAJUEHTA CPEIBI Oe3 Teo-
rpadUvecKoil 301N, a He KaK Pe3yJIbTaT BTOPUY-
Horo kontakra (Clarke 1966: 401; Endler 1973: 249;
Slatkin 1973: 752). OnHako NpHMEHEHHE TEPMHUHA
<UHTPOTPECCHST» K MEPBUYHON WHTEPrpajalluu e-
naet ero 6eccmbicaennbiM (Dobzhansky 1953: 299).
SIcHO, YTO KaxkabIi caydail TpeGyeT BHUMATEIBHOTO
M3YYEHUsI C UCIOIb30BAHUEM a/IEKBATHBIX METO/OB.

HecmoTpst Ha CJIOKHOCTH, PACCMOTPEHHBIE TEP-
MUHBI, €CJIM UX TIPABUJIBHO MIPUMEHSTD, B IIEJIOM TI0-
3BOJISTIOT B JIOTMYHOUN TOCJIEIOBATENBHOCTH OIUCHI-
BaTh MPOIeCC BUI00Opa3oBanust. B xoze HavambpHOTO
pacceyieHus] BUIAa BO3HUKAET €r0 HEOJHOPOIHOCTDH
Ha apeane (nepsuunas unmepepadayus). Ilocue me-
puoza reorpadudeckoro 060COOJEHUS IOy ISR
(W MX TPYIII), HAIIPUMED, B JIETHUKOBBIX PedyTH-
yMax, OHU TIPOXO/AT CTAAUI0 BTOPUYHON IKCIIAHCUU
¥ TIPU BCTPEYHOM JBWKEHWM MOTYT NOCTHYB JIPYT
npyra (emopuunas unmepzpadayus). B pesymnbrarte
MOKeT 00pasoBarhCst Kowmaxkmiuas 3oxa. Ecii mu-
BEPreHINs] KOHTAKTUPYIONMX HOMYJISIIUHA JOCTUTIIA
BUJIOBOM CTajuu, HO Ge3 BHIPAOOTKY MOJIHON PEmpo-
IYKTUBHOM M30JISIINY, TO B KOHTAKTHOW 30HE MOXKET
IIPOMCXOINTD 2UOPUOU3AYUSL, OTHUM U3 PE3YJIBTATOB
KOTOPOI MOJKET CTaTh IPOHUKHOBEHUE TEHOB Yepe3
CEpUI0 BO3BPATHBIX CKPENIMBAHUNA B POAUTETHCKUE
nomrynsinuu (unmpoepeccust). KoHTakTHas 30Ha mpe-
BPAIIAETCS B ZUOPUOHYI0 30HY.

Cynpba e 9TOH 30HBI, POAMTENbCKUX BUIOB
U TUOPHUIOB 3aBUCUT OT MHOTUX (DaKTOpOB (CM.
Barton and Hewitt 1985). TeopeTnuecku BO3MOXK-
HBI HECKOJIBKO CIleHapueB. Bo-miepBbIX, TMOpHIHAS
30Ha MOJKET CYIIECTBOBAaTh BECbMA JIOJITO B CIydae
paBHOBecHsI MeXIy AucIiepcueil (MMMUTpaliel B
30HY) POAUTENBCKUX BUIOB, TPOM3BOACTBOM U pac-
ceJIeHNeM THOPHIIOB ¥ OTOGOPOM TIPOTUB MOCJETHUX.
Bo-BTOpBIX, OHA MOXKET UCYE3HYTh, €CIM PEMPOLYK-
TUBHAS M30JSAIMSA MEKLY BUAaMU OyIeT yCUINBATh-
cs1. B-Tperbux, mpu ociabieHu TakoW H30JISAIHH,
BILJIOTH [I0 €€ TIOJIHOTO pa3pyIIeHUsi, BUABI MOTYT

Bauskoro OIIpeesIEHUA TIPpUAEPKUBAJICA

@.T. To6pxanckuii (Dobzhansky 1953: 298). meerca u apyroe, 6osee mpoctpanHoe TonkoBanue (Dowling and Secor
1997: 595): «<uHTpOTpeCCHsT — 9TO TePMaHEHTHOE MHKOPIIOPUPOBAHYE TEHOB M3 OIHOM rPyTIb AudHepeHITPOBAHHBIX TI0-
MyJISIIUHA B IPYTYIO, T.e. MHKOPIIOPUPOBAHYE YYKUX TEHOB B HOBYIO PEINPOLYKTHBHO MHTEIPUPOBAHHYIO MOMYJISIIIUOHHYIO
CUCTEMY>.

'Ha Ham B3IJISI/I, B TAKUX CIy4Yasix JIydille KCIOIb30BaTh HEHTPAIBHBINM TEDMUH «IIepeX0Hast 30Hay (transition zone).

22Cam tepmuH xauna (cline) 6pw1 npeamoxen Jxymuanom Xakcau (Huxley 1939: 493), KoTOpBbIi pas/imdal HECKOJIBKO eé
BapUaHTOB.
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Puc. 1. VIaMeH4nBOCTD THOPHUAHOTO MHIEKCA (BEIMYMHA CEKTOPA) 1O CPeNHUM 3HaueHusM uHnekca Pa/LiE y camok Triturus dobrogicus
(Homepa BbIGOpok 1—50) u T. cristatus (51—85) B 3akapmarckoii o61acT Ykpautsl. UEpHBIA KPYT COOTBETCTBYET MHAEKCY, paBHOMY 0
(dobrogicus), a 6emsiit — 1 (cristatus); y rubpunos F, ou nomken 6bith paBer 0.5. C yBesirdeHieM BbICOThI 3HAYEHIIST MHEKCA TIa/[AIOT.
Bouee noapo6uo cMm. JIutsuruyk u Bopkun (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).

CIMBaThCsA. B-4eTBepTHIX, TMOpUAHAS IIOILYJISILIUS
MOXKET CTaTh CAMOCTOSITEJIbHBIM BHJ/IOM B Cilydae
CEJIEKTUBHOTO TPEUMYIIECTBA TMOPUIOB U €€ Tpo-
CTpaHCTBeHHOM u3ossnun. HakoHelr, B-IIATHIX, OTUH
W3 POAUTETHCKUX BUIOB MOKET MCUYE3HYTh M3-3a TI0-
TJIOTUTEBHOTO CKPENUBAHMS.

PacnpocTpaHenne MeKBUI0BOM rHOpuaM3ayy
B Pa3HbIX Ipynmax

[IpyuMHBl MEKBUIOBOM THOPUAMBALUKN Y KU-
BOTHBIX MOTYT 6bITh BechMa pasiuunbivu (Hubbs
1955: 17-18, 1961: 8—10; Maiip 1968: 112, 1974: 91;
Gardner 1997). KoHeuHo, 4TOOBI ITPOM3OIILIO CAMO

CKpelnuBaHue 0cobeil, OHU JOJKHBI OKA3aThCSI B OI-
HOM MECTE ¥ B OJIHO BPEMsI, T.€. BUIIbI TOJIKHBI OBITH
XOT$T OBI YACTIMYHO CUHTOITMYHBIMU Y CHHXPOHHBIMH.
Takas cuTyarusi MOXeT BO3HHKATh B CJIydae IIO-
CTETEHHOTO, IMMPOKOTO MePEX0jia OHOT0 GUOTOMA B
npyroi (Hampumep, Montanucci 1983: 9), Bmoss ako-
JIOTHYECKOTO KOPHA0PA WU BIOJIb TPAHUIIBI PA3HBIX
61OTOIOB (3KOTOH ), 3aHMMAEMBIX BUIAMH, IIPH €CTe-
CTBEHHOM WJIM QHTPOIOT€HHOM W3MEHEHUW JIaHI-
madToB, NPU €CTECTBEHHBIX W WCKYCCTBEHHBIX
VHBAa3WsIX OJTHOTO BHJA B apeaj Apyroro (HampuMmep,
3aIETHI IITUI], HHTPOAYKIUHU ¥ T.XI.). [MOpuansaum
MOJKET CIOCOOCTBOBATh M ieMorpaduueckast o6cTa-
HOBKa, KaK B CJIyd4ae HeZIO-, TaK U IlepeHaceJeHs
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(T.e. OTHOCHUTETBHOU PEAKOCTU OMHOTO W3 BUIOB),
00pa3soBaHKA CMENIAHHBIX KOJOHUIA, 0COOEHHOCTElH
nosenenust (Hubbs 1961: 9; ITanos 1986: 238, 1989:
59-61 u 320). OHa MOXKET MOANEPKUBATHCS TaK Ha-
3BIBAEMBIM YaCTOTHO-3aBUCUMBIM 0TOOPOM (B II0JIb-
3y 0oJlee peqKuX ajtesieil) u T..

OO61enpuHATO, 4YTO B MPUPOJIEe TUOPUAUZALUS Y
PacTeHUii BCTPEYAETCS TOPA3I0 Yalle, YeM y JKUBOT-
ueix (Hampumep, Maiip 1968: 115, 1974: 93). Kak
3aMeTHJI U3BECTHBIA aMepUKaHCKUi 6oTaHuK Bepn
IpanT (1984: 197):

«<..>. HeckoabpKko TOKOJIeHUH 6OTaHMKOB CUMTAIU, YTO TU-
OpUAN3aIKs UTPAET BaKHYIO POJIb B SBOJIONNY PACTEHUH <...>. A

HECKOJIBKO TIOKOJIEHUH 300JI0T0B MPUILIK K BBIBOMY, YTO THOPH-
[U3AIMsI He UTPAeT BayKHOW POJIH B HBOJIIOIUY JKUBOTHBIX <...>».

B HacTos11I€E BPEMST OT TTOCTIETHETO MHEHUST MOK-
HO OTKA3aThCsI ¥ MEKBHU/IOBYIO THOPU/IM3AITHIO CPEIH
JKMBOTHBIX PACCMATPHBATh KaK JOBOJBHO OOBIYHOE
SIBJTEHUE, XOTsI CYIECTBEHHBIE PA3JINUMsI B €€ 4acTo-
TE MEXKIY HUMU U PACTEHUSIMU COXPAHSIOTCS. Tak, BO
dmope Coenunénnoro Koposnescra rubpuausanys
u3BeCcTHA y 25% BUIOB COCYIUCTHIX PACTEHUH, Cpe-
I eBPOIENCKuX 6ab0YeK TaKue BHUIBI COCTaBIISIOT
6osee 12%, a y eBpomeiickux muekonmuTaomux 6%
(Mallet 2005: 3, Table 1). B otsinure or HazeMHOR
OUOTHI, MapaZoKcajbHas CUTYyaIUs Oblia OGHapyKe-
Ha B MOPSX. 3/ICh CIyYar THOPUAU3ALUK B TPYIITe
pacTeHuil ¥ BOAOPOCJIEN 3aperucTPUPOBAHbI 3HAYN-
tesibHO pexe (6 mpotus 94%), 4eM cpean KUBOTHBIX
(Gardner 1997: 41, Table 1).

TaKCOHOMUYECKHUE TPYIIIBI JKUBOTHBIX, KAK U CPe-
[TV PACTEHUH, BECbMa Pa3INYaAIOTCSI [T0 BCTPEYAEMOCTH
MeXBUoBON TuGpuansanuu. Cpeau MO3BOHOYHBIX
HanbGoJjiee CKJIOHHBI K Hel murpl. ObIee 4ucio Th-
OGPUAM3UPYIONIUX BU/IOB B HTOM KJIACCE OIIEHUBAETCST
npumepro ot 10 go 19% muposoii dayusr (IIanoB
1989: 20; Grant and Grant 1992: 194; Aliabadian and
Nijman 2007: 60).2 Xotst o0CTOBEpHAsI CTATUCTUKA
HaM He W3BECTHA, HO CY/IsI 10 IUTEPATYPE, MEKBHUIIO-
Bast rubpuausanus y amuouit* u peid IBHO HIXKE,
YeM y TTHII, HO BBIIIE, Y€M Y PENTHINN U MIIEKOTIH-

JLA. Bopkun u C.H. JIutBunuyk

tafomux. Cpeay MOCTIeAHNX OHA Yalle y IPHI3YHOB,
HO BCTPEYAETCS] TAKJKE B TAKUX PA3HBIX IPYIIaxX Kak
cymuatoie (Neaves et al. 2010), HaceKOMOSITHBIE,
mpumatsl (Evans et al. 2001; Shurtliff 2011: 3) u
kutbl (Gardner 1997: 41). IIpecHOBO/IHbBIE PHIOBI 1O
YacToTe TMOPUAN3ANUY 3aMETHO MPEBOCXOAAT MOP-
ckux (Hubbs 1955: 17). ITo HamuMm DaHHBIM, CpEOU
amubuit [lameapKTUKM MeXBUAOBas TIHOpUAU3a-
1UsT BbIsIBIEHa B 9 m3 51 TakcoHA POZOBOTO YPOBHS
(BRJIIOYASI TIOIPO/IBI ¥ BUIOBBIE TPYIIIIBI); 24% BUIOB
napanatpuydsl (bopkun u JlutBuauyk 2012: 44). B
(aymne 6piBiero CCCP onHa o6HapyskeHa JIUIIb B 4 13
10 pomOBBIX TPYII, XOTSI MApPANATPHSI CYIIECTBYET B
6 u3 HUX.

PanxupoBanvue M0O3BOHOYHBIX 10 BCTpeyae-
MOCTH MEKBUIOBOM THODHUAM3AIMKA B IEJIOM He
COBIA/IAET CO CPEIHUM YPOBHEM [UBEPTEHIMH
MeXay Bupamu (B TpefiesiaX OHOTO PO/ia) B 3THX
KJIaccax, OIEHMBAEMBIM II0 aJIJIO3MMaM C TIOMOIIBIO
TaK Ha3bIBAEMOTO I€HETHYECKOTO paccTosHus, D .
(Bopkun u JlutBunuyk 2010: 241). Haumenbiue
MEXBUIOBBIE DPA3JIUYMS XAPAKTEPHBI [JIST IITHIIL
(D = 0.10), mpuMepHO B TPU pa3a OHHU CUJIbHEE Y
MJIEKOTIUTAIONINX U PHIO, B TSTh pa3 y PENTUINN U
6osiee uem B 10 pas y ampubwmii. TeM He MeHee MTH-
I[BI, ZIAIOIMe HanOOMBIIYIO YaCTOTY TUOPUAM3AIINY,
OJTHOBPEMEHHO JIEMOHCTPUPYIOT M CaMyI0 HU3KYIO
TEHETUYECKYIO [UBEPTEHIINI0 MEXKAY BUAAME (CM.
takxe [Tanos 1989: 38).

B kutacce HaceKOMBIX rubpuaM3aIist HauboJee Xo-
potrio n3BectHa y npssMokpbuibix (Hewitt 1990: 1705;
Bridle et al. 2001: 1833), nanounukos (Bullini and
Nascetti 1990: 1748; Mantovani and Scali 1992) u 6a-
60uex (Porter 1989; Sperling 1990: 1790; Sperling and
Harrison 1994: 409; Jiggins et al. 1996, 1997; Porter
et al. 1997; Gompert et al. 2008: 5241). Hexoropsie
M3 HUX TIPEACTABJISIOT COOOM AeTaJbHO M3yd4eHHbBIE
npuMepsl, momasinve B 0630psl (Hewitt 1990, Table 1;
Mallet 2005, Table 1). MexBumoBast THOpUAU3ALUS
noBoJbHO 00bruHa y MypaBbés (Feldhaar et al. 2008:

2 JTio6ombITHO, uTo J. Maiip (1968: 113, 1974: 85), caM U3BeCTHBII OPHUTOJIOT, OTHOCUJI TITHI] K )KUBOTHBIM C HU3KOH da-

CTOTOM TUOPUAN3AIIUL.

2420 aBrycra 1991 r. B Benrpuu B pamkax 6-1o chesna EBponeiickoro repreToornyeckoro o61ecTsa mpomésn pabounii ce-
MUHAP «DKOJOTHYECKUE aCTIeKThI THOpuansaiuu ampubuii». 3 susaps 1994 r. B Axenanne, ABcrpanust B pamkax Broporo
BCEMUPHOTO KOHTPECCA TI0 TEPIIETOTIOTUH COCTOSICA CUMIIO3uyM « [ MOpUAM3aus U CUCTEMATHKA B T€PIETONOTHN> (CM.:

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

26 mions 1988 1. B Bankysepe, Kanaga mpommésn crennanbHblii CUMIIO3MYM <«DBOJIOIHMOHHOE 3HAYEHNE TMOPUAN3AINN 1
HHTpOrpeccuu y Hacekombix» (cm.: Canadian Journal of Zoology, 1990, vol. 68, n. 8, p. 1697—1805).
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2892, Table 1), Bcrpeuaercs B orpsamax Coleoptera
(Mossakowski et al. 1990: 1783), Homoptera u
Hemiptera (O’Rourke 1980: 1110; Spence 1990: 1770
u 1779: Klingenberg et al. 2000: 756), a axxe Diptera
(Gooding 1990). B 06mmpHOM U XOPOIIO M3ydeH-
HoM pozie Drosophila nipupomtbie TMOPHIBI HAWIEHDI
JIMIIb MEXAY 9 mapamu BUIOB, XOTs JabOPATOPHBIE
ckpemBanust oxatuym 191 Bux B 266 KoMOuHAIM-
sx (Kaneshiro 1990: 1800; Lopart et al. 2005: 2602).
B mesoM ypoBeHb IMOPHAMBAIMK CPEXW APO30QII
orenmBaetcst B 1% (Mallet 2005, Table 1). Boisiienst
JIECSITKU KJIOHAJTIbHBIX BUJIOB HACEKOMBIX THOPUIHOTO
mpoucxoxaenus (Bullini and Nascetti 1990).

Tubpuansaius oOHapyKeHa CPeIu DPasINYHBIX
MapasuTHYECKUX YepPBeH, BKIIOYAS TPEMATOJ, Iie-
CTOJI, MOHOTEHEH, HEMATOJI, & TAaKXKe Y Mapa3uTHye-
ckux mpocreimmx (Chilton et al. 1997; Huyse et
al. 2009; Detwiler and Criscione 2010). ¥ mpecto-
BOJIHBIX 0€CIO3BOHOYHBIX OHa OOGBIYHA y AadHUH,
HO penka B poax Bosmina, Simocephalus, Pleuroxus
U HEMW3BECTHA B PsiZie TPYII BETBUCTOYCHIX PAYKOB
Cladocera (Hebert 1985: 216; Schwenk and Spaak
1995: 468 u 476; Taylor et al. 2005: 526; Petrusek
et al. 2008: 2931), no-BugMOMY, HEPEAKA Y PAKOB
(Perry et al. 2001a: 1664), HalimeHa y JIETOYHBIX
moJsutiockoB (Mexskepun u ap. 2010: 145). Cpenu
MHOTOYMCJIEHHBIX M PasHOOOpPasHBIX MOPCKUX 6ec-
MO3BOHOYHBIX JKMBOTHBIX 3aPETMCTPUPOBAH JIWIIb
51 cayuait rubpuamsanuu mexay sugamu (Gardner
1997: 39, Table 1; Foltz 1997). Oanako 98% u3 Hux
MajaeT Ha UIJIOKOXKUX (MODCKHE €KH U MODCKHUE
3BE3/IbI), IBYCTBOPYATHIX M OPIOXOHOTMX MOJLIIO-
CKOB, a TaKyKe PakooOpasHbIX U3 oTpsaaoB Decapoda
u Isopoda. Tubpuausanuss u ruOpUAHBIE BUABI 00-
HapyseHbI cpeau kopawioB (Gardner 1997: 53-54;
Diekman et al. 2001: 230; Vollmer and Palumbi 2002;
Mcfadden and Hutchinson 2004: 1495; Willis et
al. 2006). [lis o4eHb MHOTMX KPYIIHBIX TPy Gec-
TTO3BOHOYHBIX CJIyYad MEKBUIOBON TMOPUIM3AIIN
nmoka HewsBecTHBI. CJefyeT, OAHAKO, YYUTHIBATH,
YTO Pa3pabOTAHHOCTh WX CHUCTEMATHKY HA BUIOBOM
YPOBHE 3HAYUTEJHHO YCTYIMAeT MO3BOHOYHBIM HJIK
HEKOTOPBIM TPYIIIaM HACEKOMBIX, & U3yYEeHUe TPO-
1[eCCOB BUI006PA30BAHMS C TIOMOIIBI0 COBPEMEHHBIX
METOI0B Y GOJIBIIMHCTBA TPYNI OECIIO3BOHOYHBIX
MOKa TOJBKO HAYMHAETCS, HA YTO YKa3bIBAT €Ié
9. Maiip (1968: 112).

IMosarator (Hubbs 1955: 18; Maiip 1968: 105 u
113, 1974: 91), uto 6Gos€E YacTass TMOPUANIALIMS MO-
JKeT ObITh CBsI3aHA C HAPY’KHBIM OILIOAOTBOPEHUEM,
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Kak 910 Habmomaercsa y poib u ampubuit. OgHako
9TO BPSI JIM SIBJISIETCSI €MUHCTBEHHBIM (DaKTOPOM,
uyro BupHO y ambubmii (Maiip 1968: 113, 1974:
91). ¥ MOpPCKUX CUISTINX OPTAaHU3MOB C HAPYKHBIM
OILTIOZIOTBOPEHKEM, ¥ GOJIBITUHCTBA U3 KOTOPHIX HET
CIIEI[HAIBHOTO OPAYHOTO IOBEIEHNUS, THOPUAN3AIIH
JOJKEH CIOCOOCTBOBATH MIMPOKUI MACCUBHBINA pas-
HOC rameT. TeM He MeHee OHA HepelKa U CPeu Jie-
CATHHOTUX PAKOB CO CJIOXKHBIM GPAuHBIM PUTYATIOM
(Gardner 1997: 33 u 40).

JleficTBUTENBHO, CIIOCOGHOCTh BUIOB K THUODH-
QIU3aIIN MOKET 3aMETHO PasuyuaThCsl TakKe Y OT-
HOCHUTENBHO OJU3KMX TAaKCOHOMWYECKMX TPYIIIL.
Tak, ’a6bl, ”HOT/IA U3 Pa3HBIX BUAOBBIX Tpymm Bufo
(T10APOIOB MU POJIOB), MOTYT JIETKO CKPELIUBATHCS
B aGOpaToOpuK M MPUPOie. BUbl Tak Ha3bIBAEMBIX
3eJIEHBIX ATy IIeK (rpynna Rana esculenta), Bbines-
eMbIX ceituac B pox Pelophylax, nerko ckpenusaoTcs
B 9KCIIEDHMEHTE, peske B mpupoje (OMUCAHBI JasKe
BU/IBI THOPUIHOTO TIpoucxoxaeHvs). OqHaKo y He
MeHee MHOTOYMCJIEHHBIX OyphIX JSryinek (Tpymma
Rana temporaria) npupozatbie THOPUABI He BHISBJIE-
HBI, 2 TabOpaTOPHBIE, KaK TPABUIIO, HEXXU3HECTIOCO0-
ubl (Bopkua 1999: 14).

B kiacce mTuil rub6puAN3anus He 3apETUCTPUPO-
BaHa IS psifia OOIIMPHBIX CEeMEMCTB, OIHAKO, BO3-
MOYKHO, 5TO CBSI3aHO C HEIIOJTHOTOM HAIIMX 3HAHUU.
Hampumep, Bumbl OTKpPBITHIX JaHamadToB GoJee
JOCTYTIHBI JIETAJIbHOMY H3y4YeHuio, yeM JecHbie. C
JIPYTOil CTOPOHBI, BBICHUJIOCH, YTO CEMEICTBA C
MOHOTaMHBIMHU BUaMH1 MOTYT OIIEPEXKATD I10 4aCTOTE
ruGpUAN3AIMU CEMENCTBA NTHUI[ C <«Hepazbopum-
BBIM» ITOJIOBBIM MOBeeHNEM (TIPOMUCKYHTET), XOTSI
panee cumranock HaoGopor (IlanoB 1989: 24-25;
Aliabadian and Nijman 2007: 60).

O6paialoT BHUMaHKWE TaKXkKe HA TO, YTO MEKBH-
JI0Basi TUOPUAM3ANMUS Yalle BCTPEYAETCS TaM, TIE
SKOJIOTUYECKUE YCJOBHUS TIOABEPTalOTCS 3aMETHBIM
W3MEHEHUsIM, HAIPVMED, B CEBEPHBIX PETHOHAX C
PE3KUMHM KOJTeOaHMsMU KIMMaTta U TpaHchopmaimeis
JsaHAmadToB B YETBEPTUYHOM IEPHOJE, 110 CPaB-
HeHuio ¢ 6Gosee ycroiumsbiMu Tpommkamu (Hubbs
1961: 10; Maiip 1968: 115; ITanos 1989: 21). C sTum
COTJIACYEeTCST U MEHbINAs BCTPEYAEMOCTh THOPUIN3a-
MM B MODSIX, T7Ie SKOJIOTMYECKUE YCI0BUs Ooee cTa-
6unbHbl (Hubbs 1955: 18; Gardner 1997: 3). Onnaxo,
C JIPYTOi CTOPOHBI, CJIE[YET YUYUTHIBATH HECPABHEHHO
JIYUIIyI0 M3YYE€HHOCTb >KUBOTHBIX BO BHETPOIIMYE-
ckoit yactu CesepHoro mosymapus (Cepe6poBCKuin
1935: 53; ITarnos 1989: 22) u Ha cye.
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Kareropuu ruGpuausanun

B 1942 .26 5. Maiip (1947: 394) mpemtoxu pas-
JINYATH IBE KATETOPUU TUOPUAUSAIUN: CUMNAMPUYE-
ckyto u annonampuyeckyro.”’ K mepBoit on oTHEC Bce
ciry4au ruOpuar3aIm, 00yCAOBIECHHbIE Pa3pPyIIEHN-
€M MEXaHU3MOB, IIPEISITCTBYIOMUX HEOTPAaHINYEHHO-
My CIIAPMBAHUIO MEXIY BUAAaMU. Tak, [Ba XOPOIIUX
BH/Ia, COCYIIECTBYIOIINE HA OGIIUPHBIX YACTSIX CBOUX
apeasioB W OOBIYHO HE CKPENMBAIOIINECS, MOTYT
JIaBaTh CIyYalHBIX THOPHIOB. AJIOTATPUYECKAS
rubpuansanys 00yCIOBJIeHa DPa3pylIEHUEM MeXa-
HU3MOB, TIPENATCTBYIOIUX CBOOOTHOMY PACCENEHUIO
BUJOB. B mepByIo ouepenp 9Ta KaTeropus BKIIOYAET
cxomnenuss rubpunos (hybrid swarms), BosHuKaw-
IIMe M3-32 MPEKIEBPEMEHHOTO Pa3pyIIEHNs KaKOii-
b0 reorpaduUecKON Tperpajbl B IOTPAHUYHOIM
30He, I7le BCTPEYaloTCs apeasbl ABYX He BIIOJTHE
pasmenénnsix BumoB. [To3xnee, B 1965 1. 3. Maiip
(1968: 297) omy6aMKoOBaJ He MEHEE PACILIBIBUATYIO
GopMyIUPOBKY:

«CKkpeluBaue MexIy ABYMS NpEKAE H30JUPOBaH-
HBIMH TOIYJISIMAMHU B 30HE KOHTaKTa GbLIO HA3BAHO A/LIO-
nampuueckoii eubpuousayueii (Maiip, 1942). dtor TepMun
00aiaeT TeMU Ke HEIOCTATKaMH, 4TO M JII000e APyroe
IIPpUJIOJKEHNE TE€pMHUHA ((I‘I/I6PI/IHI/ISB.I_II/IH>> K CKpEIuBaHUIO
MEXAYy MHAUBUAYYyMaMHU OQHOTO U TOI'O XK€ BHU/la, CKOJIb 6])[
OHH HE 6I)IJII/I HECXO/HbIMHU (l)eHOTI/IHI/I‘IQCKI/I. B Tex CiIyJdasix,
KOIZ]a CKDEIUBAONINECS TIOMYIANUU ellle He JOCTHIIH
YDOBHS BHJIa, MHOTTIA HAJIEKHeE MCIIOJb30BaTh 6ojee Heli-
TPAIbHBII TEPMUH 6MOpuyHas unmepepadayusi» (Kypcus
OPUTUHAJIA; TIOTYKUPHbIH mpudT Hatt — JLB. u CJL).

JLA. Bopkun u C.H. JIutBunuyk

B kauecTBe XOpOIIO W3yYEHHOTO IIpuUMepa aj-
JIOTIATPUYECKON THOPUAM3ANNYM OH TIPUBEN CIIydaii
¢ cepoit (Corovus corone) n uépHoui (Corous cornix)
BopoHamu (cM. takke Maiip 1974: 245). Onnako
caM TePMUH SIBHO Hey[ayeH, TaK Kak HecéT B cebe
Jlormyeckoe nporuBopeune. s CKpeluBaHust BUABL
NIOJKHBI BCTPEYAThCSI BMECTE HA OIHOM TEPPUTOPUH,
B OJTHOM ¥ TOM K€ MECTOOOUTAHUN?® U B OJTHO ¥ TO JKe
BpeMsl, YTO He TIpeAroJaraer aunonarpus. [loaTomy
BBIIEJIEHWE AJUTONATPUYECKOH THOPUAN3AINU  He
MMeeT CMbICJIa KaK IPOTUBOPEYAIIlee TEPMUHY AJLIO-
narpus (Bigelow 1965: 455; Key 1982: 430; Kpiokos
2000: 13).% 3ametum, uto cam J. Maiip (1971: 223)
pa3nuya 5 TUIOB <«AJJIONATPUIHOCTHY, YEThIPE U3
KOTODPBIX TPU3HAIOT KOHTAKT TOIYJISAIUN U CKOpee
OTHOCSITCS K TTapamnarpuu.®

PaccmatpuBast ruGpUAN3AINIO KK TOIYJISAI[HOH-
HOe siBieHue, . Maiip (1968: 103) Beimesnn math eé
tunoB (cM. Takke Gardner 1997: 5).

1) CuayuaitHoe CKpenyBaHUE CUMIATPUYECKUX
BU/IOB C TIOSIBJIEHUEM CTEPUIBHBIX WA HEXKUZHECTIO-
COGHBIX TUOPUIOB.

2) CryyaitHoe MM 9acTOe TIOSBJIEHUE TLIIOZ0OBU-
THIX TUOPUIOB MEXKIY CHUMIIATPUYECKUMU BUIAMH,
CTIOCOGHBIMHU K BO3BPATHOMY CKPEIHBAHUIO.

3) O6pasoBaHue BTOPUYHOI 30HBI KOHTAKTOB U
YACTUYHOTO IEPEKPBIBAHUS Y ABYX IIE€PBOHAYAIBHO
U30JMPOBAHHBIX MO C HETIOJTHOU PeIpoyK-
THUBHO U30JISAIIHEN.

4) Cxorutenust TuOpPUIOB, BO3HUKAIOIINE B pe-
3yJIBTaTe TOJTHOTO JIOKAJBHOTO HAPYIIEHUS PEIpO-

%B gHurax J. Maiipa ameprkaHckoe usnanue «Systematics and the origin of species»> (New York, Columbia University
Press) natupyetcst 1942 r., Ho B pycckoM usganuu 3Toi kauru (Maiip 1947: 2) ykazan 1944 r.

29nrap Auzepcon (Anderson 1953: 293) mapajuiesbHO KCIIOIB30BAI IIOHATUS CUMNAMPUUECKOL U ALIONAMPULECKOU TH-
TPOTPECCHUHL.

2]t 0603HAYEHUS BCTPEYaeMOCTU (MJIU HET) PasHBIX BUIOB B OJIHOM U TOM MeCTOOOuTaHMM ObLM Tpemiokensl (Rivas
1964: 42) Tepmunbl cunmonuunvii (syntopic) u arromonuunsii (allotopic).

YK MCTUHHOM aJUIONATPHYECKON THOPUIM3AINY MOKHO OTHOCUTD CJTy4au, BOSHUKAIOIIVE B PE3YJIBTaTe €CTECTBEHHOMN WU
UCKYCCTBEHHON MHBa3WM BUIA B YyKOH reorpaduuecKky sIBHO yAAJIEHHBIH apeas (HAIIPUMeD, 3a/EThI ITUT Win 6ab0Yex;
pasIMyYHbIEe UHTPOAYKINH — cM. €. 89 1 127).

NTepmun napanampus (parapatry) 6bLI TIPEJIOKEH AMEPUKAHCKIM 300J10r0oM-TepreTosoroM Xobaprom Cmutom B 1955 T.
(cm. Smith 1965: 57) kak 0co0bIii ciryyail amonaTpuu. 3aTeM MaparnaTpUio CTAIM TPAKTOBATh KAK OCOOBIH Ciydyali cumma-
tpuu (Key 1968: 22; Woodruff 1973: 215), ocko/IbKy Halnure KOHTAKTa yiKe TPEAIIOIAraeT XOTs Obl HeGOIbIIoe Tepe-
KpBIBaHUe B ipoctpancTBe. Pasmmyator tpu kareropuu napanarpuu (Key 1982: 432; Haffer 1986: 170). IIpu axonozuueckoii
napanatpun (ecological parapatry) compukacaonuecs: TpaHUIIbBI BUOB CBSA3AHBI C PE3KUMU PA3JIMYUSIMU B MECTOOOUTA-
HUSIX, YTO MOJKET YCUIMBAThCS KOHKYPeHIe Mexny Bunamu. [ubpuousayuonnas napanarpus (hybridization parapatry)
o6ycoByieHa TeM, 9To GoJiee UK MeHee CBOOOIHO CIiapuBarolrecst GopMbI He ai0T (epPTUIBHBIX THOPHUIIOB Wi XKe hep-
TUJIBHOCTD Y HUX TOHWXKeHa. Kouxypenmmuas napanatpus (competition parapatry) obpasyercs 3a CY4ET KOHKYPEHTHOTO
UCKJIIOUEHYsI BUIOB B OJIHOPOJHON 30He U3-3a MX OJM3KUX dKomornyeckux tpebosanuii (Haffer 1986: 171).
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OYKTUBHOW W3OJSANAA MEXIY CUMIATPUIECKUMMU
BUAM.

5) «BosHuKHOBEHWE B pe3yJbsraTe THOPUAW3A-
MU U TIOC/IEAYIONIEro YABOEHUSI YKCTIa XPOMOCOM
(QLTOTIOIMILIONIVST, PACIIPOCTPAHEHHAST TJIABHBIM
06pa3oM y pacTeHuit) HOBOTO BUAOBOTO €IUHCTBA>.

Awmepukanckuii opaurosior Jlecrep IlTopr (Short
19692a) BBIZEINII IIECTh KATETOPUN TMOPUAM3AIIMM.
10 —

1) pedxas eubpuousayus (infrequent and rare
hybridization);

2) sombL nepexpvisanus u ubpuoudayuu (zones
of overlap and hybridization), B KoTopbIX poauTeab-
CKHe BUBI COCYLIECTBYIOT ¢ TuOpraamu;>!

3) zubpuonvie 30mbL, THE BCTPEYAIOTCS TONBKO
ruOpuUILHL;

4) eubpuonvie ckonaenus (hybrid swarms);

5) KoMOuUHAUUY TIPETBITYIIIX 1

6) xoavyesoe (circular) nepexpoisarnue.

ITa cxeMa B HECKOJIbKO M3MEHEHHOM Bue OblLia
MPUHATA OTeuecTBeHHbIMU opHuTosoramu (IlanoB
1986: 227; Kprokos 1990: 28), xoTs u momBepriach
kputuke ([Tanos 1989: 17).

Bckope B COOTBETCTBUM C TIPOCTPAaHCTBEHHBIMHU
B3aMMOOTHOIIEHUSAMU BHIOB OBLIO BBIAENEHO TPU
tumma rubpugusanuu B npupoge (Woodruff 1973:
215, Table 2). Ilpu anronampuueckoii rubpuansa-
I[MM, KOTOpasi COOTBETCTBYeT TrubpupHoii 3ome JI.
[lopra, BuaBI paszieseHsl 30HOM, 3aCETEHHON TOTBKO
rubpugamu (Puc. 2). B ciay4ae napanampuueckoil
rUOpUAN3AIMKA TPAHWIBl apPEajioB  POAUTENbCKUX
BUIOB HaXOIATCS B KOHTaKTe, a 0000l 30HBI, Hace-
JIEHHOH ToJIbKO TuOpumamu, Het (Puc. 2). Hakorer,
cumnampuueckas TAOPUAN3ANUSA O3HAYAET MIUPOKOE
IepeKphIBaHuE apeasioB. B cBoio ouepeb, OHA MOXKET
OBbITD paszeneHa Ha Tpu BapuanTa (Puc. 3): nepuge-
puueckas — TMOPUAM3AIUS TIPOMCXOAUT Ha Tepude-
pHH apeaya OJHOTO W3 BWIOB; WUPOKAs — IO BCEU
30HE MEPEKPBIBAHUS apeajsioB (COOTBETCTBYET 30HE
nepekpbiBanus u rubpuausaiuu [lopra), u zokanu-
308aHHAs — CKPEIIUBAaHUE UAET JIWIIH HA OTAEIbHbIX,
M30JIMPOBAHHBIX YYaCTKAaX 30HBI CUMIIATPUN.
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AJVIOITATPUYECKASA

IHAPAITATPUYECKASA

Puc. 2. Aitonarpudeckas 1 lapanarpudeckas rubpuausanun (1o:
Woodruff 1973: 215, ¢ usmenenusimu). A u b — apeasisl ABYX Tak-
COHOB; CepbiM IIBETOM 0003HAUEHA 30HA BCTPEYAEMOCTH TUOPHIOB.

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 paznesneHue anio- ¥ napanarpiye-
CKOM THOPUAN3AINY UMEET OTIPENETEHHBIE CIOKHO-
cru. Tak, He Bceraa SCHO, T7ie KOHYaeTCs COOCTBEHHO
ruGpUAN3aIMs U HAYUMHAETCS MHTPOTPECCHSI TEHOB B
IOy IAIIUY POAUTEJTbCKUX BUIOB: CYUTATD JIU I‘I/I6pl/I-
JIaMH TOJIBKO 0CO6Gel IIePBOro U BTOPOTO MOKOJIEHU
(F,, F,u B,)). IIpuBeném Xopouio u3y4eHHbI# crydai
ruGpUAN3aIMKd B TPYyIIe TPeGeHYATHIX TPUTOHOB
(JIurBunuyk v Bopkun 2009: 157), BUABI KOTOPBHIX,
Hepenko obbemuHseMble B HaaBui (superspecies)
Triturus cristatus, B PasJN4YHBIX MOMAPHBIX KOMOU-
HalMsAX O0OpasyloT MapanaTpuyecKue KOHTAKTHbIE
3oubl (Arntzen 1995: 29, Fig. 4). B 3akapmarckoit
obmactu Yipaunsr nyHavickuii (Triturus dobrogicus)
u coberBenHo rpebenyarsiit (Triturus cristatus) Tpu-

3B 30He MePEKPBIBAHUS ¥ THOPUANBAIINE COBMECTHAS I0JIs1 POUTENEH IOJIKHA COCTABJIATH HE MeHee 5%, a B THOPUIHON —
Mmenee 5% (Short 1969a: 89 u 92). SIcHo, uTo 3TO — BeChbMa YCIOBHBIA KPUTEPUH, U MEKIY OOEUMHU KATETOPUSIMU MOTYT
cyIecTBoBaTh 1epexonsl. Iloaromy apyrue asropsl (Moore 1977: 263) otHec/u ux K eIMHON TMOPUIHON Karteropuu. Tem
He MeHee JJAHHBIA TeEPMUH UCTob3yeTca B psiae pabor (Haffer 1986: 178; Howard 1986: 34; ITanos 1989: 19; Howard and
Waring 1991: 1120; Bauros u Kpiokos 1992: 1085; Ydbipkuna u ap. 1995: 883), B ToM unciie Kak «30Ha CUMIIATPUH U TH-
6pumusaium» (Johnson and Johnson 1985: 2 u 5; Kpiokos u Baunos 1989: 128; Kpiokos 1990: 28; Baunos u ap. 1992: 97)
WJIM KaK «30Ha TuOpuau3aiu u nepekpoiBanusy> (Harrison and Arnold 1982: 549; Ross and Harrison 2002: 2305).
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CUMITATPUYECKASI (1)

CUMIIATPUYECKAA (2)

CUMIIATPUYECKAS (3)

Puc. 3. Tpu BapuaHTa CUMIATPUYECKON THOpuausaimu (IO
Woodruff 1973: 215, ¢ usmenenusimu). 1 — nepucdepuueckas, 2 —
JIOKAJIM30BaHHasI ¥ 3 — MIMPOKAsL; CEpbLM 1IBETOM 0003HAYEHA 30HA
BCTPEYaEMOCTH TUOPHIOB.

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 00OCOOJIEHBI TEPPUTOPHEH
MIMPUHON He MeHee 3—5 KM, 4TO MOKHO pacCMaTpH-
BaTh (POPMATTPHO KaK IPU3HAKY «AJLIOIIATPIHYECKOI>
30HBI, IJIe TAOPUABI TaKxkKe He 0OHapy KeHbl. OHAKO
ruOpuIBI F2 uB . OBLIN BBISIBJIEHBI B COCEIHUX K 3TOH
<«HUYEHHON» MOJIOCE MOMYJSINIX, YTO ITO3BOJISET
CYUTaTh TUOPUAHYIO 30HY «IIapPalaTpUYECKOR». ITO
IIOATBEPKAAETCS HAXOAKOU eIUHCTBEHHON 0Cco0u F1
BMecTe ¢ rpeberdaThiM TpuToHOM (Mopo3oB-JIeoHOB
u ap. 2003: 89). bosnee Toro, Ha 3amane Pymbraun
6bLIO OGHAPYKEHO CUHTOMUYHOE obuTanue Triturus
dobrogicus n Triturus cristatus (Wallis and Arntzen
1989: 101, Table 1, Fig. 2, myukter 33 u 34), uro moza-
TBEPIKAAET MapanaTPUIHBIA XapaKTep X THOpUIU3a-
1. Bo3aMOKHO, 1000HasT CMEIIaHHAST TTOILYJISIIIUS

JLA. Bopkun u C.H. JIutBunuyk

CylllecTBOBaJIa paHee B 3aKaprarckoM cesje MuHaii.
OnHako Tono6HbIe HAXOAKU B KOMILIeKce ITriturus
cristatus BCE Xe CKOpee SIBJISIIOTCSI WCKJIIOYEHWEM,
yem npaBusioM (JIutBunuyk u Bopkuu 2009: 175).

Hamu (Bopkun u Jlapesckuii 1980) ObLmo mpe-
JIOKEHO Pa3InuyaTh TPU parza THOPUIOB. Bo-1epBhIX,
9TO — edunuunvle ubpuoHvie 0cobu KaK pe3ysbraT
crydaiiHo# rubpuausanuu. Bo-BTOPBIX, 9TO — 2u-
6pudHvle NONYAAUUU UNYU 30HbL KAK PE3YIBTAT MACCO-
BOTO B3aMMOJENCTBUS MEXIY KOHTAKTUPYIOIIUMU
Bumamu. K TpeTbeit Kareropuu ObLIM OTHECEHBI
eubpudozertoie 6ubL, T.€. CTAOMIM3UPOBAHHbBIE COBO-
KYITHOCTH TTOTYJISITIVE 1,/ WY KJIOHOB, 9BOJIIOUPYIIIHE
HE3aBUCUMO OT JPYTUX BUIOB ¥ MMEIOINE TAKCOHO-
MUYEeCKUH cTaryc.

E.H. ITanos (1989: 10) Beimessit snusoduueckyio
(coyyaltHy10), peeyasipryto OTPAaHMYEHHYIO, a TaKXKe
Mmaccosyro (MHTPOTPECCUBHYIO) TMOPHAU3AIIMIO, Pac-
CMOTpPEB MX B KOHTEKCTE DPACIHOJIOXKEHUS apeajioB
(Puc. 4). OH TakXe OTMETWJ, YTO MEXIY 3TUMH
KaTerOpPUsIMU HET PE3KOI rpaHuIlbl (TaM XKe, c. 36).

Ipyras xnaccudukamusa (Allendorf et al. 2001:
616) BKJIIOYAET IIECTh TUIIOB MEXBUIOBOW THODH-
IU3AIMH, CPEIU KOTODPBIX IEPBbIE TPU CUUTAIOTCS
€CTECTBEHHBIMM, a BO3HHKHOBEHHE OCTAJIbHBIX
CBSI3BIBAETCS C JIESITEIBHOCTBIO YeJI0BEKa, XOTSI OHH
BIIOJIHE MOTYT PEAIM30BBIBAThCSA U B Tpupoze. Ilep-
BBIil TUII — 9TO MAKCOH 2UOPUOHO20 NPOUCXOHCOCHUS.
BTopoit THIl coCTaBIISIET UHmMpPOZpeccusi, BOSHUKINAS
B pesyJbTaTe CAydYalHOM TIMOPUAM3AINAU MEXKIY
CHMITaTPUYECKUMHU BUIAMU, BeAylled K <«IIpocayu-
BaHUIO» HEUTPAJbHBIX U B3aWMHO BBITOTHBIX T'€HOB.
[Tox TPeTbUM THIIOM TIOHMMAETCS Y3KAsl 2UOPUOHast
sona. YeTBépToiil THI O6Gpasyer eubpuousauus 6e3
unmpozpeccuu. B atom ciydae abOpUTEHHbIE BUIBI
06UTAIOT COBMECTHO, IMUPOKO CKPEIUBAIOTCS, HO
nanee rubpunos nepsoro noxosenus (F,) rubpumu-
3anus, Kak IpaBuio, He unéT. K msaromy u mecromy
TUTIAM TIPUHAJJIEXKAT COOTBETCTBEHHO WUPOKAS UH-
mpozpeccus (THOPUIM3AIINA) U NOHOE CMEUUBAHUE,
BO3HUKAIOIITVE [TOCJIE UHTPOAYKIIUU OJHOTO U3 BUIIOB.

Cayuaiinas ru6puausanus

K aroit kareropuu OOGBIYHO OTHOCSAT CIIyd4an
OGHapyXeHWs eIUHUYHBIX WM PEAKUX TUOPUAOB
MEXIy IBYyMs cUMmaTpuieckuMu Bumamu. OIHAKO
AIM30/INYECKOE CKPENMBAHNE MOXKET IIPOUCXOAUTH
¥ MEXIy Tapa- WU aJJIONaTPUYECKVMU BUAAMU
(ITanos 1989: 10; cm. Puc. 4). 1o muenuto 3. Maiipa
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. nH3auseH 34UMA IPH IapanaT- 3aLMA IPH ALT0- HIH
erynfapHas pHH ALI0NapANIATPHH
OrpaHHyeHHAA
ruGpuaM3auMa
—/TpaHcceKTOPEI —/napaceKTopbl —/annoceKTOpHI
Tlonysuast Honysuns: Ionysunn:
10.  Cxomnenme ru6- 11.  lupoxan rubpumsan 12.  yaxas rubpuanan 13. Pubpuanan nonynanua 8
PHHOBA 30HA 30Ha apeaJsie OJTHOH H3 ABYX
Maccosas (H- aIonaTpHuecKHX GiIH3KO-
TporpeccuBHas) poncTBeHHEBIX hopm
THOPUAH3AUMA
Ksasupung: Unennl GELIOrO eaMHOrO BHAA (ex-conspecies)
Toasumsl/?? Tonsxos: | MeranonsHmsi | 1lonyBuIB

Puc. 4. Kareropuu ru6puamsanuy 1 COOTHONIEHNS apeasioB BuoB (1o: [Tarnos 1989: 10).
Fig. 4. Categories of hybridization and relations between species’ geographical ranges (from Panov 1989: 10).

(1968: 104), cayuaiinas ruGpuan3aiysi O4eHb PeaKa
cpenu rrtur (1 rubpuz k 60 000 ocobeii Mo KoIeKIu-
siM) u mutekonuTaronux (6 k 100 000), ona emmé pexe
Cpeny PENTWIni,*> HO 3aMETHO dYallle BCTPEYaeTcs
y ampubuii u poib. Ilo apyrum mauasiM (Kprokos
1990: 25), cayuaiinas ruOpuaM3anys orMedeHa y 3%
BuzoB rituil. [To moxcuéram E.H. ITanosa (1989: 19),
YKCJIO TAKUX BUIOB PaBHO 489 1 UX ropaszo OOJIbIIIE,
YeM BHJIOB, JAIONIMX IMIUPOKYI0 TUOPUAWBALNUIO HA
cTbike apeasioB. Criopaguyeckast TMOPUAU3aIIKsI IIPO-
ucxoaut y rasaiickux aposodun (Kaneshiro 1990:
1802-1803), rae y AByX Imap BUAOB rMOPUABI COCTa-
Buyn 1.1% (6 1a 534 ocobu) u 2% (4 / 180).

B oTiiume oT TpaAUIIMOHHOTO MHEHUS, UTO CJIy-
YaiiHas ruOpUAM3aIIVsl He UMeeT KaKiX-I100 9BOJIIO-

nuonHbIX ocaenctsuil, E.H. ITanos (1989: 19, 31 u
376) moJtarait, 4To MPU HEKOTOPBIX OOCTOATENBCTBAX
OHa MOJKET TIEPepacTh B MacCOBYIO TMOPUIM3AIIHIO,
MPUBOAIIYI0 K (DOPMHUPOBAHUIO KU3HECTIOCOOHBIX
TUOPUAHBIX TOMYJIANNN, HATIPUMED MEXKIY cepeOpu-
cToii vaiikoii (Larus argentatus) u OyproMuUCTPOM
(Larus hyperboreus). BoaMoxHO, TakoW ciy4aid
HAOJIIOIAETCST U CPEIV YETHIPEX BUIOB PAYKOB KOM-
iekca, Jaera albifrons, obuTtalomux Ha TUTOpaIN 3a-
magHO EBpombl. B cMemaHHBIX TOMyJISIUAX OIS
ruGpuzioB Heenvka (He Gosee 1%), u Ha 1748 oco-
6eit mpunutoch auinb 11 rubpumos. OxHAKO B TPEX
M3 HECKOJIBKHMX COTEH ITYHKTOB THOPHU/IBI COCTABIISAIIN
no Ttperu BeIGOpKU (Solignac 1982: 396). Cpexu
MOPCKHX JKUBOTHBIX CIIy4ailHash TMOPUIM3AIAs CO-

2TTozsxe (Maiip 1974: 85) 1JIs MIIEKOIIMTAIONMX, ITUI] U PENTUIAN «B KaueCTBe rPyOOi OLEHKU» YacToTa TuOpUAN3aIuu

6bL1a omeHena kak 1 ru6puz va 50 000 ocobeit.
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CTaBJISIET [IBE TPETU OT 3aperucTpupoBaHHbIX 102
(axros rubpunusanuu (Gardner 1997: 15). Ciyvaii-
Hast THOPHUIM3AINS MESKTY IBYMsI CHMIIATPUYECKAMU
BU/IAMU KEHTYPY, BO3MOKHO, BhI3BaHa KOMEOaHUAMU
B YKMCJIEHHOCTHU BUJIOB, YTO B CBOIO O4Yepenb 00yCIIOB-
seHo KosebanusmMu B ocagkax (Neaves et al. 2010:
509). /laxxe HU3KMIT YPOBEHb TMOPUAN3AIIINYA MOKET
[IPUBECTH K CYIIECTBEHHOW HWHTPOTPECCUU TEHOB
(Goodman et al. 1999: 355). IIpu olLieHKe 4aCTOTHI
ruGpUAN3aIMY HEOOXOANMO TaKKe YIUTHIBATH BO3-
MOJKHOCTh eé KojeOanuii. Tak, Hampumep, ecid B
1967 1. tMbpuaB MEXIY MaKpeasMu Scomberomorus
commerson n Scomberomorus guttatus cocTaBisy 68
1 59% OT BEIGOPOK B IBYX 3aJMBaX, TO B 1968 r. srumib
0 u 5.6%, T.e. yncio rubpuaos ynano Ha 100 u 91%
(Gardner 1997: 19).

TuGpuaHbIE 30HBI

Tu6puAHbIE 30HBI, BOSHUKAIOMIKE IIPX BTOPUYHOM
KOHTaKTe, IPUBJIEKAIOT TIPUCTAIFHOE BHUMAHWE 9BO-
JIIOITMOHUCTOB YK€ B TeUeHHe HECKOJbKUX IECSITH-
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; ITanos 1986, 1989, Hewitt 1989, 1990,
1996, 2001, 2011; Kprokos 1990, 2000; Smith 1992;
Gardner 1997; Arnold 2006). 13yyeHue Takux 30H
TO3BOJISIET ITOHSITh B3aMMOENCTBHE AUBEPreHTHBIX
TeHOTHUIIOB, MEXaHU3MBI BUI000PA30BaHUs, a TaKKe
paboty ecrecTBeHHOTO 0TGOpa. He 3ps X Ha3bIBAIOT
<TIPUPOAHBIMU JaOOPATOPUSMHU JIJIS IBOJIIOIMOHHBIX
uccaenosanuii> (Barton and Hewitt 1989: 497) uim
«OKHaMU B 3BOJIIONMOHHEBIN TIporteccy (Harrison
1990). Yporménto roBopsi, TMOPHUIHbIE 30HBI — 3TO
PayiOHBI, TIe «T€HETHYECKU OTIUYHBIE MOy
BCTPEYAIOTCs, CIIAPUBAIOTCS ¥ TIPOMBBOAAT THOPH-
noB»> (Barton and Hewitt 1985: 113, 1989: 497). Ox-
HAaKO PaHee 9TH K€ aBTOPbI OIPeIesIsii TMOPUIHYIO
30HY KaK «y3KYIO KJIHHY, TOIEPKUBAEMYIO HEKOTO-
poii rTubpumHON HempucmnocobaeHHOCThIo> (Barton
and Hewitt 1981c: 109), T.e. cBOAW/IN OHSTHE K Ba-
PUAHTY y3KOU KJIWHAIBHOM 30HBI (cM. HUKe). [Ipen-
JIATAJIOCh TaKKe CXOAHOE IMOHMMaHKe TIMOPHIHBIX
30H KaK <«y3KHX IIOSICOB, BHYTPYA KOTOPBIX MMEETCS
CWJIBHO yBeJWYEHHas BapUaGeqbHOCTD MO TIPHUCIIO-
cobnennoctu» (Endler 1977; umr. mo: Barton and
Hewitt 1981c: 109).

3 «uBa takcona» (Hewitt 1990: 1704).
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Bcé xe mmpe pacpocTpaHeHO APyToe oIpesee-
HK€: TMOPUHBIE 30HbI IIPEACTABIAIOT cO00i 06/1acTH,
TZie CKDENIMBAIOTCS TEHETWYECKH Pa3INYaloliuecst
TPYIIIBI OPTAaHU3MOB, JIaBast XOTsI ObI YaCTh CMeEIIaH-
noro moromcrsa (Harrison 1990: 72, uut. mo: Gardner
1997: 2; Arntzen and Wallis 1991: 808; Kpiokos 2000:
13), wnu 6mmskoe x Hemy (Jiggins and Mallet 2000:
250). B orimume OT Ciay4aifHOW CHMIATPUYECKOM
ruGpuan3anuy, B TUOPUAHBIX 30HAX apeaybl BUIOB
Yaire BCET0 COMPUKACAIOTCS WJIU CJIETKA 3aXOST IPY-
ra 3a gpyra (mapanatpuyssl). IHOTZIA OTHOCUTETBHO
HeGosbIoe (10 CPaBHEHWIO C apeajaMy IEJTMKOM )
TepEKPhIBAHKE aPEAIOB HA3BIBAIOT CeMUCUMNampuen
(aampumep, [Tanos 1989: 10; Kprokos 1990: 28). Us-
BECTHBI TaKXe CIIydau CUMNAMPUUECKOL TUOPUIHON
3omubI (Green 1984, 1996: 98; cm. c. 108). A.I1. Kpiokos
(1990: 28) paspabortan HanboJIee AETATBHYIO KIaCCH-
(uKanuio ruOPUAHBIX 30H U3 9 KaTeropuii, HaMeTHB
ux B3aumoorHoinenus (Puc. 5).

Wuoraa onuHa v Ta ke mapa BUIOB MOXKET aBaTh
HECKOJIbKO reorpadudecku 060COOJEHHBIX THOPU-
HBIX 30H. Ecim, Hampumep, y ceBepOaMepUKAHCKUX
OTUI-ApeBecHuI] poia Dendroica OHW TIpUMEPHO
onuHakossl 10 mmpute (Rohwer et al. 2001: 415), To
Y eBPOIENCKUX KePJISTHOK pa3andHbl (Szymura 1993:
263; cm. ¢. 100 1 108). Tpu THOPUAHBIX 30HBI MEKIY
copokomytamu Lanius collurio u Lanius phoenicuroides
TakKe cBoeoGpasHbl. B roxkHoM [Tpukacnum uMeeTcst
NepeKphIBaHKEe WX apeajioB M CKOILIEHWe THOPHUIOB,
Ha ceBepe IIpukacmus oGHapy:KeHa paspexkKeHHas
TMOILY AU, CTaOMIN3UPOBAHHAS TI0 TTPOMEXKYTOY-
HOMY (DEHOTHILY, a B IIEHTPe caMOil GOJIBIION 30HBI
Ha BocToKe Kaszaxcrama OGOJBITMHCTBO TITHIL TIPEN-
CTaBJIEHO TIPOMEXYTOYHBIMUA (PEHOTUIIAMH, HOJIS
KOTOPBIX YMEHBIIIAETCSI TI0 MEPE yIaJIEHUs OT IIEHTPA
3onbl (Kpiokos 2000: 17).

Pasmep TrUOPUIHBIX 30H 3aMETHO BapbUPYeET
ot 100 M B IIUPUHY 0 HECKOJIBKUX COTEH KUJIOME-
tpoB B ymny (Maiip 1968: 304; Barton and Hewitt
1985: 113; Hewitt 1990, Table 1) ¢ MakcumMymom y
rrutl cBeime 2000 kv (Ilanos 1989: 16). Tak, nnuHa
rUGPUAHON 30HBI MEXK/Y ABYMS BUIaMU aBCTPAIAii-
CKuX KBakI pojga Litoria coctaBisier okono 100 km
mpu mupuHe ot 4.5 1o 11 km (Watson 1972: 432),
a y eBpOIENCKuX KepJsiHOK Bombina bombina w
Bombina variegata tpoctupaercs ua 3000—4000
kM 1pu mupure B Iloseiie okoso 6 kM (Szymura
and Barton 1991: 237; Szymura 1993: 271 u 275).
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Puc. 5. Tubpuansie 3005 1 uxX passutue (10: Kpiokos 1990: 28). Vcxoxubie cutyanmu: 1 — mapanatpus u 2 — ceMunarpus. [mGpuaHbie
30HBL: A — mapanarpuyeckas rubpuHast 30Ha, b — cuTyanust «penpogyKTUBHOTO CAMOYHUYTOXKEHUsT», B — ajonarpudeckas rubpuanast
30Ha, I' — 30Ha cummnaTpuu u rubpuausanuy, / — crabunusanust rubpugHoi nomysiuy, E — crusnue ucxonusix dbopwm, K — mmpokas
CHMIIaTpUYecKas 30Ha, 3 — meprdeprdecKasi CHMIIATPUYECKAst 30Ha, M — TOKAIM30BaHHASI CUMIIATPUYECKast 30Ha (CKOILIIEHNEe THOPHIOB).

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 AMOHCKUME JKYKEeTUIAMU
mupuHoii 1 kM B mumHy mocturaet 10 km (Sota and
Kubota 1998: 1507). Mexay BopoHamu B EBpore
oHa mnpoxomut oT IHornanamm o Wranum mpum
mmpure 65—-150 km (Kpiokos 2000: 19). Ommrako
0OBIYHO TOBOPSAT O NIMPWHE 30HBI, KOTOPAs Y TITHIL
mozxeT 3aHuMathb ot 1 kM 70 1000 kM (Kprokos 1990:
29). Cpenu 19 HanboIee M3yIEHHBIX THOPUIHBIX 30H
y PasJIMYHBIX KMBOTHBIX IMUPHHA 30HBI COCTaBJISIA
ot 1 10 150 KM, a MEXKIY «<XPOMOCOMHBIMH PacaMu»
seputtsl Sceloporus grammicus B MeKcuke BCero
gumb 0.2 kM (Barton and Hewitt 1985, Table 1).
Ob6painaer Ha cebsi BHUMaHKUE Y30CTh 30H Y MHOTHX
ampubumit: or 730 m mo 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; JIuteunuyk u Bopkun 2009: 158). Cpenu psi6
rUGPUAN3AIMS MOXKET OBITh JIOKAALHOL, OXBATHIBAS
O/IHO 03€pO WJIM 4aCTh PEKH, JUHEUHOU BIOJIb PEKU
WM WUpokoi B paMKax pedHoro 6acceiina (Smith
1992: 44). Hecmorpst Ha BapuaGelbHOCTb, BCE Ke
MPUHSITO Pa3JNyaTh Y3Kue W WUpoKue TUOPUIHDBIE
30HBI, XOTSI PA3IAYINSI MEXKIY HUIMU YCIOBHBI.

OnHa ¥ Ta JKe MUPUHA 30HBI 7T TOBUXKHBIX BH-
JIOB, CTIOCOOHBIX K JAJBHUM TIEPEMENIEHMSIM, MOXKET
CUUTATHCS Y3KOIH, a JIJIsI OCEIJIBIX ¥ MAJIOTIOIBUXKHBIX
KWBOTHBIX OHa OymeT MupoKoit. JleWCTBUTENIBHO,
CIIOCOGHOCTD K PACCEIEHMIO Y MIPHITaloNieil capanyu,
JIATYIIEK WU MBIIIEN BecbMa pPa3jyHa, HO BCE XKe
SIBHO MEHBIIIE, YeM y JIETAIOIIUX KYKOB, 6a004eK WK
nTull. B 1nesnoM uMmeeTcs: KOppessius MeKAy MUpH-
HOU TUOPUIHON 30HBI U CIIOCOOHOCTHIO K PACCEIEHUIO
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Buza (Hewitt 1990: 1711). dta 3aBUCMMOCTD BUIHA
Ha IpuMepe pasiIM4HbIX Inpencrasuresneil Canidae
B CeBepHoii AMepuke. Tak, Mexay 6osiee METKUMU
Bugamu (ymcunsl Vulpes macrotis v Vulpes velox) co
CPEIHUM PAaCCTOSTHUEM pacceieHust 0KoJio 11 KM 30Ha
rUGPUAN3AIIMN OXBATHIBAET HECKOJIBKO COTEH KUJIO-
METPOB, TOT/IA KaK MEXKIY KPYITHBIMHU (BOJIK ¥ KOWOT)
HECKOJIBKO TBICSIY; Y KOMOTOB CpEIHEe PACCTOSIHME
paccenenns cocrasaser 50—100 km (Mercure et al.
1994: 1313 u 1323).

OrleHKa ITUPUHBI THOPUAHON 30HBI TAKKE 3a-
BHUCUT OT WCIOJIb3YEMbBIX KPUTEPUEB U IIPU3HAKOB
(Kpiokos 1990: 29). Ilomaraor (Short 1969a: 92;
Harrison 1990: 72, uur. mo: Gardner 1997: 2), uto ru-
GpuiHas 30Ha JIOJUKHA BKJIIOYATh TOJBKO TUOPUIOB,
IIPOCTPAHCTBEHHO 000CO0IAA POJAUTENBCKAE BUJIBL.
OmHaKko 30HBI MHTPOTPECCHM TE€HOB B IIOIYJISAIIUN
BU/IOB MOTYT ObITh 3HAYUTEILHO IITUPE, Y€M 30HA COO-
CTBEHHO THOPHMIM3AIMU 9THX BUAOB, ONpeEesseMast
HaJIMYUeM IEePBbIX ABYX IIOKOJIeHN ruOpuoB. Taxk, B
rUOPUIHOM 30He MEXKIY KepiissHKaMu B [Tobiie 90%
W3MEHEHUH 110 IMarHOCTUYECKUM JIOKycaM (epMeH-
TBI) IPOMCXOIWT HA PACCTOSIHUU OKOJIO 6 KM, XOTS
«dysKHe» ajljien ObLIU HalZeHbl B 38 KM OT cepenu-
ubl 30861 (Barton and Hewitt 1989: 499). IIupoxwuii
«XBOCT MHTporpeccun» (10 125 kM) ObLI HANAEH U IO
00e CTOPOHBI Y3KOii THOpUAHONI 30HbI 6abouek Pontia
daplidice u Pontia edusa 8 tanuu (Porter et al. 1997:
1566). VnenTndukaus 30H M0 BHEITHUM (HAIpH-
Mep, OKPAacKa), SIIEPHBIM WM MUTOXOHIPUATHHBIM
MapKepaM MOXeT IIPUBOAUTh K HEOXWHAKOBBIM
pesyabratam. Hanpumep, ayxepoanas Mmt/IHK mpo-
HuKaeT Ha 750 KM OT THOPUIHOM 30HBI MEXKIY ABYMSI
BUIaMU TOMOBBIX MBIIIIEH, ITMPHHA KOTOPOH TI0 SIAiEp-
HBIM reHaM ObLta ompezenera B 50 kM (Gyllenstein
and Wilson 1987: 27). IllupuHa ruGpuaHOi 30HBI
MEXXIy ABYMsI HapalnaTpuyecKuMu ToaBuaaMu> He-
Jietaroneii ayrosoit caparuu Chorthippus parallelus B
[Mupenesix ornermBaeTcst ot 0.6 kKM (110 AAPBIITKOBOMY
opranuszaropy) mo 2.1 km (6paunas necup) u 15-20
kM (acrepasa Est-2). Mexny xepisakamu B [losb-
e OHa paBHA 5.5—7.3 KM MO pasHbIM (hepMEHTaM,
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a MEXIy JOMOBBIMM MblamMu Mus musculus v Mus
domesticus cocraBisaa or 2 kM 10 20—40 kM 1o pas-
ubiM mpusHakam (Hewitt 1989, Table 2).

Eciv mupuHa THOPUIHON 30HBI HE BCEr/a aleK-
BaTHO M3MepeHa JaXke [JIT MHOTUX HAa3eMHBIX XKU-
BOTHBIX, TO /I GOJIBIIUHCTBA CAyYaeB B MOPE OHa
IIPOCTO Hem3BecTHA. VIMeromnrecst JaHHbIE TaKXKe ro-
BOPAT 0 €€ BeICcOKOI Bapuabenbroctu (Gardner 1997:
35). MakcuMasbHast ITMPUHA 30HBI 3aPETUCTPUPOBa-
Ha MEXIy eBporeickumu Munusmu Mytilus edulis n
Muytilus galloprovincialis (1000 kM), aMepUKaHCKUMM
IBycTBOpKamu Mercenaria mercenaria n Mercenaria
campechiensis (1100 kM), a TakkKe €BpPOINEHCKUMU
PaBHOHOTMMH padyKaMu KoMiutekca Jaera albifrons
(1200 xm).* Cuenyer Takke 3aMETUTb, YTO, B OTJIH-
Y1e OT Ha3eMHBIX, THOPHU/HbBIE 30HBI B BOTOEMAX [IJIst
meIaTn4eCKUX JKIUBOTHBIX, HATIPUMED, IJIsI ILIAHKTO-
Ha, UMEIOT TPEXMEPHOE U3MEPEHHE U, TI0-BUIUMOMY,
Mmenee crabuabHbl (Petrusek et al. 2008: 2939). Oto
JieJTaeT uX emé 6osiee CAOKHBIMU B TJIAHE BO3MOJK-
HOTO MTPOCTPAHCTBEHHOTO U TEHETUYECKOTO AHAIN3A.

IMTuprHa THOPUAHON 30HBI MEKLY ABYMST BHIAMU
Ha Pa3HBIX YYACTKaX MOKET 3aMETHO BapbHPOBATb.
Tak, 110J10ca CO BCTPEYaeMOCThIO TUOPUIOB HE MeHee
1% Ha pa3HBIX y4acTKax TMOPUIHON 30HBI CEpOil U
yépHOU BOpPOH mocturana B mmpuHy OT 20-30 KM
1o 400 kM (KprokoB u Bimaos 1989: 133; bavuoB u
Kproxos 1992: 1085). Mexny «moaBumamMuy CapaHdu
Chorthippus parallelus muprHa 30HBI COCTaBJISIA HA
3anaze [lupenees ot 9.7 no 11.3 kM, a Ha BocToke 42.3
kM (Vasquez et al. 1994: 442). Y X0opolo u3yd4eHHbIX
JKepJISTHOK OHa Takske Kosebrercs. B mpearopbsix Kap-
nat Ha tore [Tospinm ona paBHa okoso0 6 kM (Szymura
and Barton 1991: 253; Szymura 1993: 271), Ha 3anmaze
Vipaussi 2.3 kM Bo JIbBoBcKoit o6s1actu (Yanchukov
et al. 2006: 590) u 1-5 kM B 3aKapmaTcKoi 061acTH
(Xantypun u gp. 2001: 313). Oxnako B XopBaTuu
(ITemenuna) mocturaer mouru 10 kv (MacCallum et
al. 1998: 228), a B PyMbIHUY JOXOAUT AaXe 40 COTHH
kusomerpos (Vines et al. 2003: 1880).

BobIIMHCTBO TMOPUHBIX 30H SIBJSIIOTCS Y3KUMHA
IO OTHOIIIEHUIO K BEJIMYMHE apeajioB y BOBJIEUYEHHBIX

3(06a «moaBHIa»> OBLIY IEPBOHAYAIBHO OTIMCAHBI KaK pasHble BUIbL. OHM PasInyaioTcs o BHENIHeH MOP(hOIOTUY, TIECHIM
u GpPayHOMY TIOBEJIEHUIO, @ B JIAOOPATOPHBIX CKPEIIUBAHUAX MPOU3BO/IAT CTEPUIbHBIX CAMIIOB, XOTSI TUOPUIHbIE CAMKH,
mo-puumomy, Hopmanbhbl (Hewitt 1990: 1706—1707). Takum 06pa3oM, 5TH «IIOIBUJIbI> BIIOJIHE COOTBETCTBYIOT GHOJIOTH-
YeCKUM BUIaM C He3aBEPIIEHHOM PeIIPOyKTUBHON H30JISIIEN.

STlockoabKy 9TH payku o6uTaoT Ha JuTopasu CeBepHO# ATIAHTUKH, TO CKOPee HA/0 TOBOPHUTH O JJIMHE, a He IUPUHE
30HBI TUGpUAM3aIU. KpoMe Toro, B TMOPUAN3AIMIO BOBJIEYEHDI TISITh BUZIOB B PasHbIX KoMOuHaimsx (cM. Solignac 1981:

388 u 396).
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BuzOB. J[JIsi OTHeceHMs TMOPUAHOW 30HBI K Y3KOM
WM TIHPOKON OBLIO TIPEIJIOKEHO B KauyecTBE OCO-
60ro KpuTepHs IIPUMEHSTH CKOPOCTh AUCIIEPCUM
(dispersion rate, ), KOTOpasi BBIMUC/ISIETCS C YYETOM
JIVCTAHIINM DACCEJIEHUSI MEXIy POAUTESIMA U TI0-
TOMCTBOM, TIPOXOAIMMOM 32 offHO ToKosieHue (Barton
1979: 342; Barton and Hewitt 1989: 497; Kinziger and
Riesly 2001: 310). IlTupuna GombIIMHCTBA THOPUIHBIX
30H Menee 50 o. Tak, TMOPUIIHBIE 30HBI MEK/Y JBYMST
nruiiamu pora Dendroica Ha cesepo-zanmane CIITA
mmwmpuHoi B 100—150 KM cYMTAlOTCS Y3KUMM IIO OT-
HOIIIEHWIO K OIIEHKE CKOPOCTH PACCEJIEHUST STUX IITHUIL
B 31 kM (Rohwer and Wood 1998: 298; Rohwer et al.
2001: 405). TuGpuaHas 30Ha Mexmy daiikamu Larus
glaucenses v Larus occidentalis 8 CIIA 1mmpunoi B
654 KM TakKe OTHECEHA K Y3KOIl 30He HAIPsDKEHUs
(cm. Huke), Tak Kak o = 136—144 kM (Gay et al. 2008:
2797-2798). OnHako 30Ha TMOPUAM3ALUY MEKLY Oa-
6oukamu Lycaeides idas v Lycaeides melissa B paiiote
Ckaymcteix Top (256 KM), HECOMHEHHO, MIMPOKast, U
1151 eé hopMHUpoBaHus HeoOxoxuMa modty 21 Thicsya
rokostenuit wiu 6ostee 6000 JieT mpu cpesHeM paccelie-
uvn B 500 M Ha okosienvie (Gompert et al. 2010: 3186).

Cynst mo Jsmreparype, y3Kue THMOPHIHBIE 30HBI
mpeobIaaloT, WM TMOCBSANIEHO HauOOoJbIIee KOJH-
YyecTBO MccaenoBanuit. OHM OGHAPYKEHBI y CaMBIX
Pa3HBIX JKMBOTHBIX, HATIPUMEpP, CPEIU HA3EMHBIX
mosmockoB (Woodruff 1981: 186, 1989), mpsimo-
Kkpbuibix Hacekombix (White 1968: 1067; Harrison
and Arnold 1982; Harrison et al. 1987; Hewitt 1990:
1704—1707; Bridle et al. 2001: 1840), 6a6ouex (Porter
1989; Collins et al. 1993: 87; Jiggins et al. 1996: 234,
1997), xyxos (Sota and Kubota 1998: 1507); psi6
(Kinziger and Raesly 2001), amdubmit (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; JIutBunuyk u Bopkun 2009: 157),
perrunuii (Jackson 1973; Hall and Selander 1973;
Montanucci 1983; Dessauer and Cole 1991; Phillips
et al. 2004: 1543), orur (Maiip 1968; Ilaxos 1989;
Kprokos 2000; Barrowclough et al. 2005; Toews et al.
2011), mexormratonux (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), pasIu4HBIX MOPCKUX OOUTaTEIEH
(Gardner 1997: 35). MuosxectBo mpumepos (1o 170)
1 CCBLJIOK MOXKHO Haiitu B o630pax (Key 1982; Barton
and Hewitt 1981c, 1985; Hewitt 1989, 1990).
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TeopeTrdyecKy HAJIMYUE Y3KOU 30HBI MOXKET 00b-
SICHATbCS HecKoJibkuMmu npuumHamu (Barton 1979:
341). D10 MOXKeT OBITH IIPOCTO CMENIEHHE CEJIEKTUB-
HO OIMHAKOBBIX TUIIOB, CTHIK PA3HBIX KOJIOTUIECKUX
ycnoBuii (3K0mow), HATpUMepP MEXAY JIECHBIM U
OTKPBITBIM JIAH/ITA(TaMH, HEMPUCTIOCOOIEHHOCTD
ruGpuioB (UX CTEPUIBLHOCTD, HU3KAS KU3HECTIOCO0-
HoCTh U T.71.). ComocTaBiieHue y3KUX THOPUAHBIX 30H
(o1 0.25 110 3.1 KM) MEKIY YETBIPbMSI «XPOMOCOMHBI-
MU BuziaMu» (21 = 52—60) maseCTHHCKOTO CJIETIbIIIA,
Spalax ehrenbergi moka3ajo, 4TO MEXIY ITUPUHON
30HBl W CTENEHBIO KAPUOJOTMYECKUX Pa3IUInil
VMMEETCST CTPOTasi HETATUBHAS KOPPEJAIUs, T.e. YeM
cujibHee Taparnarpuyeckue KapuohOpMbl pas3imya-
I0TCS 110 YUCJIY XPOMOCOM, TE€M YKe TMOPHUIHASA 30Ha
mesxay Humu (Nevo and Bar-El 1977: 835).

KimHaibHbIE 30HBI

Pa3inyaroT HECKOJBKO KATErOpHil IMOPHIHBIX
30H B 3aBUCHUMOCTH OT WX IPOCTPAHCTBEHHOW U
TeHEeTUYEeCKO# cTpYKTyphl. Hambosee m3ydeHsl Tak
Ha3bIBAEMbBIE KAUHANLHbIEC 30HBI, KOTOPbIE HEPEIKO
PaccMaTpUBAIOTCS OYTH KaK CHHOHUMBI THOPUTHBIX
30H BooOme (Hampumep, Barton 1969: 341; Barton
and Hewitt 1981c: 109, 1985: 115), uro HeBepHO.
K a10i1 KaTeropuu oTHOCATCS TMOPUIHBIE 30HBI, B
KOTOPBIX 06HapysKeH repexoj (TPaueHT) Mo KaKuM-
6o mpusHakaM (1o MOpPQOIOTHH WU JIOKyCaM)
0T offHOTO 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). O6BIYHO Ha rpaMKax 5TO BHIPAKAETCS B BUIE
riaagkoi curmomaHoi kKpuBoit (Puc. 6), uro yka-
3bIBA€T Ha OTCYTCTBUME (PU3UYIECKUX GAPHEPOB WK
oueHb crabwiii oT60p. Bosee pes3kwmii, CTymeHYATHINA
BUJI TIEPEXO0/IA, HATIPUMED Y €BPOIENCKUX JKEPJISTHOK,
yKa3bIBAET Ha HaJM4Ke Gapbepa TON W WHOM CUITBI,
IIPEIATCTBYIOMErO cBoGonHON nuddys3un ajeneii.
Cuny sToro Gapbepa MPEIJIOKEHO OMPENENSTh 0
(opMe KJIMHBI U BBIPAKATh B METPUKE PACCTOSHUS
10 OTHOIIEHWI0 K cKopocTu aucuepcuu (o). Tak,
HampuMmep, cuia Oapbepa [ MOTOKA TE€HOB OT
Bombina bombina x Bombina variegata pasua 51 kM
npu ckopoctu auctepcuu 0.99 kM u mupuHe Kiu-
uel 6.1 kM (Barton and Hewitt 1989: 499; Szymura
and Barton 1991: 253, Table 5). Cpennsisa mupuHa
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Puc. 6. CurmonHasi KprBasi U3BMEHEHUsI JIOJIN aJlyesieit «cristatusy (HeTpepbIBHASI IMHUS ), YCPeAHEHHAs 110 6 TMarHOCTHYECKUM JIOKYCaM,
B BBIGOPKax TpuToHOB Triturus cristatus v T. dobrogicus n3 3akapnaTcKoit 06acTi YKpPanHbl, HAXOAAIIMXCS HA PA3JIMIHOM PACCTOSHUHU OT
nenTpa ru6puaHoii 3oubl (110: Litvinchuk et al. 2005: 57, ¢ uamenenusimu).

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 MEXKIY ABYMSI BUNAMHU JIEOTIAPAOBBIX JIATY-  JOJUKEH OBITH 0TOOD Mist €€ monmepskanus (Szymura
mek B Texace coctaBisiia 20 kM (Kocher and Sage  and Barton 1986: 1154)%.
1986: 23). IlluprHa KJIMHBI OIPEAEIsieTcCs OaJaHCOM Kimna Mexxry iByMst GopMaMu 110 Pa3InyaioNuM-

MeX[Iy aucrepcueil u otbopoM. TeopeTwdecku, ueM  CsI QJUTENIIM OHOTO JIOKYCA MOYKET BO3HHMKATH, KaK
yKe KJIMHA OTHOCHUTEJIBHO VICTIEDCHU, TEM CHJIbHEE  MHUHUMYM, IO IIEeCTH IpUYrHAM. JT0 — 1) HeBBITOX-

%Ha YkpauHe 6blia oOHapyKeHA YHUKAIbHASI THOPHU/IHAS 30HA MEXK/Y JKEPJISTHKAMH, I7ie HeOOBIYHO Y3Kasi KJIMHA COYeTa-
ercs co cnabeiM 6apbepom aist oToka reHos (Yanchukov et al. 2006: 594).
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HOCTb TETEPO3UTOTHI, 2) Pa3INYHBIN CPEAOBOM OTOOP
Mo 06eUM TOMO3UTOTaM, 3) CEJIEKTUBHOE PABEHCTBO
TOMO- Y T€TePO3UTOT, 4) YaCTOTHO-3aBUCUMBIA 0TGOD
IT0 TOMO3UTOTaM, 5) IIPEUMYIIECTBO OAHOM TOMO3UTO-
TBI HaJ[ IPYTOH 1, HAKOHETI, 6) TperMyIIecTBO TeTepo-
3UTOTHI HAJl TOMO3UTOTOH B OIIPEAEIEHHBIX YCIOBHIX
30HBI. [lepBble dYeTBIpe TPUYUHBI MOATBEPKIEHBI
muorumu ipumepamu (Hewitt 1989: 86).

N3BecTHO MHOTO CiIy4aeB MHOTOJIOKYCHBIX KJIVH,
KOrZia B TMOPUAHOM 30HE KJIMHBI 10 MHOTHM pas-
HBIM TIpHM3HaKaM (JIOKycaMm) COBMAAAIOT (HAIIPUMED,
Szymura et al. 1985; Szymura and Barton 1991: 245;
Szymura 1993: 272; Nirnberger et al. 1996: 1234;
Phillips et al. 2004: 1544; Alexandrino et al. 2005:
1342; JlutBunuyk u Bopkuu 2009: 157; Puc. 6).
V3BecTHBIA OpPUTAHCKUI SBOMIONMOHUCT loadpu
Xpioutt (Hewitt 1989: 88, 1990: 1707) cuuran ato
MTUPOKO PACIIPOCTPAHEHHOW M yAUBUTETHHON Y€PTON
MHO’K€ECTBEHHbIX KJIuH. Bosee Toro, oH o6paTui BHE-
MaHMe Ha TO, YTO OT/leJIbHbIE KJIHBI He TOJIBKO COBIIa-
natot (coincident) mo MecTy, HO ¥ YaCTO COIJIACYIOTCS
(concordant) mo mmpute. HecorsmacoBaHHOCTh ke
Pa3JIMYHBIX KJIUH TIO IMUPUHE MOYKET OBITH BbI3BAHA
PasHBIMM MOAYCaMH WJIU Pa3HOIl MHTEHCUBHOCTHIO
or6opa o KaxaoMy 13 JoKycoB. Hanbosbmieit mu-
PVIHA KJIMHBI, TIO-BUAUMOMY, OYIET Y JeHCTBUTETBHO
HEHTpPaJIbHBIX TPHU3HAKOB. [lys1 OOBSACHEHUS CO-
BIAJIEHUsT KJIWH OBLIO TIPEIJIOKEHO /[BA MEXAHU3MA:
9TO — HaJWYWe TPAAUEHTa CPelbl (9KOJIOTHYECKUE
KJIMHBI) WU (DOPMUPOBAHUE TAK HA3BIBAEMOW 30HBI
HanpsikeHus (cM. Huke). OTHAKO OHU He UCKJITI0YaioT
IIPYT IPYTa, U TIEPBbIi MOXKET TPAHCHOPMHUPOBATHCS
BO BTOpOii. COrIacOBAaHHOCTH U COBIIAZIAEMOCTD KJIMH
MOeT OBITh Takxke 00yCIOBJE€Ha CTPYKTYPOH IIO-
myJIsIui (pacnpeziesieHue TIOTHOCTH HACeJeHUsT) U
MyJIbCAIUEl apeaa, T.e. CXKaTUEM U PACIITUPEHIEM CO
Bropu4yHbIM KoHTaKkTOM (Hewitt 1989: 89).

Tem He MeHee M3BECTHBI, XOTS ITOKA ¥ HEMHOTHE,
clyyau SIBHOrO HecoBmajgeHust (noncoincidence)
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KJIMH 10 Pa3HBIM [IPU3HAKAM, KOTOPBIE PACHaIAI0TCs
Ha [[Ba TUMA MO CBOEMY IMPOCTPAHCTBEHHOMY pac-
nonoxenuio (Jaarola et al. 1997: 246; Brumfield et
al. 2001: 2081). K mepBoMy OTHOCATCS TakK HasbIBa-
eMble sulenonuposanivie kannsl (Barton and Hewitt
1981b: 374, 1981c: 119, staggered clines), xorma
o6pasyeTcst cepusi KJIWH 10 OTAENbHBIM MPU3HAKAM,
6JIM3KO Caeyonmx Apyr 3a apyrom. Kaxkmast kiu-
Ha CIBUWHYTa Ha HEOOMBINIOE DPACCTOSIHUE, OOBIYHO
paBHOE NIMPUHE OJHOU KJIMHBL. Takoil THN HalIeH Y
MblIeit KoMmiuiekca Mus musculus, 6yposyOok Sorex
araneus, nonéBok Microtus agrestis, 6abouek Zygaena
ephialtes v capanuu Chorthippius parallelus (Searle
1991: 48; Virdee and Hewitt 1994: 405; Jaarola et
al. 1997: 246). BosMoxHbI pasHble MPUYUHBI (HOP-
MUPOBaHUS TaKUX JIIEJOHUPOBAHHBIX KJIUH, B TOM
YKCIe OTHOCHTENBHO OOJBINAs HEIPUCIIOCOOIeH-
HOCTb MHOKECTBEHHBIX T€TE€PO3UTOT 110 CPABHEHUIO
C eMUHUYHBIMU. DTH Pa3JIUYUsI MOTJIM BBI3BATh IIPO-
CTpaHCTBEHHOE 000CcO0IeHNEe PaHee COTIaCOBAHHBIX
ks (Searle 1991: 51).

Bropoii THII HECOBNAZAONMX KJIUH 00YCIOBJIEH
aCMMMETPUYHON WHTPOTPECCHEN OJHOTO WM He-
CKOJIbKUX TIPH3HAKOB 3 ITPEIEJTH OCHOBHOI KOHTAKT-
HOIA 30HbL. «AGeppaHTHasT> KJINHA 3HAYMTEIHHO IMPE
OCTAJIbHBIX, a €€ IEHTP CMEIIEH JAJIEKO BHE TJIABHOTO
Kjacrepa KiuH. Takoe 3HAYUTESbHOE HECOTJIACHE
HanboJsiee YacTo OOHAPYKUBAETCS JIJIST MUTOXOHIIPH-
ampHOM [IHK. Dosbiive caBuru KJIWH 3TOrO THIIA
MOTYT OOBSICHATBCS HEWTPaJbHON MHTPOIPECCHEN,
MOIBUKHOCTBIO TUOPUAHON 30HBI, 3G (HEKTOM OCHO-
BaTeJsl WIN CeJEeKTUBHBIM IpeumyiiecTBoM. /[laH-
HBIM TUT CMEIEeHVs] KIUH GBI OOHAPYKEH Y IITHIL
(Manacus) B ITaname (Brumfield et al. 2001: 2081).

Pe3kasi cMeHa B IIeHTPe MHOTHX 30H YKa3bIBA€T HA
Gapbepbl /IS TOTOKA TEHOB, YTO MOKHO OOBSCHUTD C
ITOMOIIThI0 HEPABHOBECHSI ITO CIETLIEHHIO,> TTOCKOJIb-
Ky B IIEHTPE TaKOW 30HBI KaXK[IbIil aJIeIb CBSI3aH C
JIPYTUMHU U3 TIPEJKOBON TOIYJIAIMHA, U OTOOP HMAET

%" Hepasnosecue no cyennenwo (linkage disequilibrium) — acconumanust HeaieTbHBIX TEHOB, (PAKTUYECKAST YACTOTA KOTOPBIX
OTJIMYAETCSI OT OKUAAEMOIA TIPU CITyIAHHON KOMOMHATOPUKE aJulesield; Apyroe Goiee MO3/HEE HA3BBAHUE — 2AMEMUUECKOE
nepasnosecue (gametic disequilibrium). B3anMo3aBucuMoCTh MOy ISAIIMOHHO-TEHETUYECKUX TIPOIIECCOB, TIPOTEKAIOIIUX [0
PasHbBIM JIOKycaM, OOYCJIOBIEHHYIO MEKIOKYCHBIMU KOPPEJSIUAMU (TaMETUYECKUM HEPABHOBECHEM ), TIPEIOKEHO Ha-
3BIBaTh 2amemuyeckotl unmezpayueii (ZKusorosckuit 1984: 9). B accoruaiiuu MOTYT BOBJIEKATHCS HE TOJBKO CIETLIEHHBIE
TeHBI, HO U T€HbI, JIOKAJM30BaHHbIE B PA3HBIX XpPOMOCOMaX. JacTo raMmeTdecKas MHTerparys 00HapyKUBAETCS 10 DYHKIU-
OHAJIBHO CBS3aHHBIM JIOKycaM. OHa IPUBOAUT K GOJIbIIEN TPUCIIOCOOIEHHOCTH 0COO€it, UTO 0OBICHSIOT GOJIbIEN TeTepo-
TM30THOCTHIO UJIM BAYKHOCTBIO (DYHKIIMOHATBHOTO €IMHCTBA MHTETPUPOBAHHOTO KOMILTIEKCA TEHOB B MPe/eiaX TaIlIOUIHO-
ro rerotumna (TaM xe, ¢. 11). [loMuMo moToka reHoB (MUTpaIu 0cobei MeX Iy TeHETUYECKH PA3INYHBIMU MOTYJISIIASIMA ),
raMeTH4ecKast MHTerpaiust (MM acCOIMAINST) MOYKET BbI3BIBATHCS BHYTPH THOPUIHOM MO IAIMA aCCOPTATUBHBIM CKPe-
IMBaHKMEM U/WiK snucTaTndeckuM or6opoM (Jiggins and Mallet 2000: 250).
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[0 KOPpEeIUpOBaHHOMY HaGopy JokycoB (Barton
and Hewitt 1989: 500). Cama accouuanus 1 CXOIHOE
KJIMHAJIBHOE TIOBEIEHNE PAa3HBIX IPU3HAKOB, IIO-
BUIIMOMY, YKa3bIBAIOT Ha TO, YTO OTOOD B THOPHIHOM
30He pabOTaeT CO BCEM TEHOMOM, a He CKOHIIEHTPUPO-
BaH Ha HEMHOTHUX JIOKyCaX. 3aMedaTeJbHbIN IPUMED
COTJIACOBAaHHOCTY KJIMH W CHJIBHOTO HEPAaBHOBECHUS
IO CIEIJIEHUIO ONHCaH y JKepJsHOK B Ilosbie, 4To
MOKHO OOBSICHUTH KyMYJISSTUBHBIM JIEHCTBHEM CJia-
6oro orbopa (2%), IEHCTBYIOIIETO MO KAXKIOMY U3 55
BechbMa PasJUYHBIX JOKYycoB (Szymura and Barton
1991: 238, 245 u 255; Szymura 1993: 280).3® Marema-
THYECKH OBLIO TaKKe MOKA3aHO, YTO HEPABHOBECHE
MO CIETJIEHHMIO, OCOOEHHO B C/Iy4ae HECIETJIEHHBIX
HENTPATbHBIX MAPKEPOB, CKOPEE BCETO BHI3BAHO MPH-
TOKOM YHCTHIX TeHOTHUIIOB 13 Tepudepnn (Kruuk et
al. 1999a: 1963; Vines et al. 2003: 1884). Vmeercs
TaK)Ke CBSI3b MEXK/Y HEPABHOBECHEM IO CIETIJIEHUIO
U IIMPHUHOM KJIWHBL YeM HIUPE KJIWHA, TeM ciabee
HepaBHoBecue (Szymura and Barton 1986: 1151). B
T[eHTpe THOPUIHOM 30HBI HEPABHOBECHE TIO CIIETLIE-
HUIO0 3HAYMTENBHO cuibHee (Szymura and Barton
1991: 247).

Paznnualor nBa Kyacca KJIMHAJIBHBIX Y3KUX 30H
(Barton and Hewitt 1985: 116). K mepBomy ot-
HOCSITCSI KJIUHBI, HE3a8UCUMbLE OM PACCEeNeHUsl, Ul
Oucnepcuu ocobeir (dispersal-independent clines). B
KJIMHAJIBHBIX Y3KUX 30HAX BTOPOTO KJIAacca rOMOre-
HUsUpyomui 3h(eKT gucnepcun ocobeil cTalKuBa-
€TCs1 C HEKOeH TPUYNHHO-00YCIOBIEHHON IPOCTPaH-
CTBEHHOU TeTEPOTEHHOCTHIO.

IToneBbie uccIemOBaHMS TOKA3BIBAIOT, 4TO BO
MHOTHX CJIy4asiX KJIMHAJIbHAs 30Ha (GOPMUPYETCS Ha
CTBIKE Pa3HBIX MeCTOOOUTaHMH (9KOTOH). B KauecTse
IpUMepa MOXKHO NIPUBECTH THOPUAHYIO 30HY MEKIY
xabamu Bufo hemiophrys (cremnoit Bum) um Bufo
americanus (7ecHO! BUI) B IMpoBUHIUKM MannuToba
(Kanaza), IpUBSI3aHHYI0 K TIEPEXONY OT TIPEPUU K
JIECY, UTO COBIIAJIAET CO CMEHOU MOYB U IPAIMEHTOM
OCAJIKOB: «THOPUIHBIE> YYACTKU HKOTOHA ObLIM 3a-
HATH TuOpuaHbIMEA ocobsamu (Green 1983: 38, 1996:
98).39 AHaJIOTHYHBIE CIIyYan M3BECTHBI U JIST MHOTHX
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JIPYTHUX JKABOTHBIX: HAIPUMED, Y AMEPUKAHCKUX SITIe-
put Sceloporus (Jackson 1973: 67; Sites et al. 1995: 24),
koObLTOK Chorthippius Ha cesepe Wcmanuu (Bridle
et al. 2001: 1840), xpacubix 6enok Tamiasciurus B
MEePEXOAHOM 30HE MEKIY BIAKHBIM MPUOPEKHBIM M
CYXMM BHYTPEHHHM JiecOM B paiione KackaaHbix Top
(Chavez et al. 2011), y apo3odui Ha CTHIKE apeajioB
PaBHUHHBIX U TOPHBIX BUI0B Ha ocTpoBe CaH-Tome
B 3anannoii Adpuke (Llopart et al. 2005: 2603), y
rpeGeHYaThIX TPUTOHOB B 3akaprarbe (JIMTBUHUYK
u bopkun 2009) u KepJISTHOK B IIEHTPAJIBHON U BOC-
tounoit Espome (Szymura and Barton 1991: 258;
Szymura 1993: 272). Y3kue ruGpumHbie 30HbI MEXKITY
«XPOMOCOMHBIMYU BUIAMU» AJIECTHHCKOTO CJIETIBIIIA,
Spalax ehrenbergi PUXOAATCS HA TPAHUIBI MEXKIY
KJIMMATHYECKMMHU DafiOHAMH C PasHBIM HHIEKCOM
BJIQKHOCTH B PaMKaX BO3DPACTAIONIEH apHIHOCTH
(Nevo and Bar-El 1977: 837). Eciu Ha tore Ilobim
IIEHTD TUOPHIHOI 30HBI Y KEPJISHOK HE COBIAIAET
HETIOCPEICTBEHHO € Y3KUM HKOTOHOM, a CaM TIEPEXO]T
oT paBHuHBI K Kapmaram, BbIpaXeHHBIN B (ayHe,
(iope 1 MOYBE, 3HAYUTEIIHHO HIUPE, YEM COOCTBEHHO
ruGpuaHas 30Ha B 6 KM, PacrosiosKeHHas B IIpeesiax
moiimMbl pekr Bucia (Szymura and Barton 1986:
1145), To psmom Ha YKpauHe oOHapyKeHa OYeHb y3-
Kas 30Ha (2.3 KM), Jieskalnast B 30He Pe3KOro Iepexozia
(Yanchukov et al. 2006: 599).

OxHako y3kue rMOPHIHBIE 30HBI MEKIY ABYMS
BUIaMU-IBOMHUKaMH JsATYIIeK poxa Ranidella ua
samage Ascrpaymu (Blackwell and Bull, 1978: 23),
TMTaHTCKUMHU amOuctoMamu poma Dicamptodon B
Kamudopuuu (Good, 1989: 742), a Takke Mexmy
«pacaMu» HejeTaomeil akpunbl Podisma pedestris
(Nichols and Hewitt 1988: 47), no-Bugumomy, He 00-
YCJIOBJIEHBI 9KOJIOTUYECKUMY (pakTOpaMu (CM. TaKKe
c. 120. ¥ nrun He 6511 06HAPYKEH KaKOH-THO0 9KO-
JIOTUYECKUI TPafueHT B TMOPHAHON KJIMHE MEKIY
nBymMs Bugamu MaHakuHOB B Ilaname (Brumfield
et al. 2001: 2082) wan ApeBeCHUI] Ha CEBEPO-3aIlae
CIITA (Rohwer and Wood 1998: 303; Rohwer et al.
2001: 405).

3%Panee (Szymura and Barton 1986: 1150 u 1155) uuciio sokycos oreruBasocsk B 300 (80—2000).

¥Boranuk Iarap Augepcon (Anderson 1948: 5) npemmoxun gaxe moHsTHe 2ubpudusayus 6uomonos (a hybridization of
the habitat). OHo BI040 He TOJIBKO POMEKYTOUHBIE MECTOOOUTAHUSI, HO M BCE BO3MOKHBIE COUETAHUS KOHTPACTHPY-
IONIUX Pa3JIN4IUi TePBOHAYATIHLHBIX MECTOOOMTAHWH, T/Ie MOTJIU GBI BHIKMTH BTOPOE U TOCJIEIYIONINe IOKOIEHHS THOPU/IOB,
TIOCKOJIbKY PEKOMOMHAHTBI MOTYT OTJINYATHCS GOJIBIINM PasHOOOPa3ueM CBOMX (PU3MOTIOTUYECKUX M HKOJOTHIECKHX OCO-
Gennocreil. [M6puAM3NPOBAHHDBIE MECTOOOUTAHUST AKTUBHO CO3IAIOTCS YEJIOBEKOM B XOJIe CTPOUTENBCTBA JI0POT, JIECOPas3-

pabotok u T.z1. (cMm. Ipant 1984: 196).
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Teopernyecku pa3pabGOTaHO HECKOJIBKO MOJie-
neit (Barton and Hewitt 1985: 116; Hewitt 1990:
1710), koTOpBIe BKIIIOYAIOT: &) HEUmMpaivHvle KAUHbL,
B KOTODBIX W3HAYAJTbHO KPYTOHl TPAJMEHT pas-
pyliaeTcsi co BpeMeHeM; 0) 60.HbL MPOOUNCEHUS
(waves of advance) ycrenmHsix aueneii u B) 6aianc
Mexncoy paccenenuem u omoOOpom TPOTHB TMOPHIOB
(dispersal /selection balance). ITocrexuuii BapuaHT
HA3bIBAIOT TaKXKe 30HOU HAnpsicenus, tension zone
(Key 1968: 19). HazBanme cBsizaHO ¢ TeM, 4TO 3TH
30HBI, IEWCTBYsI KaK MOJIyIIPOHUIIAEMble MEMOPaHHI,
CBOOOIHO MPOITYCKAIOT OIHU W OJOKHPYIOT APYTHe
Te€HBI MJIU XPOMOCOMHBIE TIEPECTPONKHU 1 MOTYT JIBU-
raThCst Kak )POHT B CTOPOHY MEHEE aIalITUBHON WK
MeHee IJIOTHO paclpefieieHHONW (hOpMBbI, MUHUMU-
3upys cBoro mupuny (Barton 1979: 344; Barton and
Hewitt 1985: 115, 1989: 500).%° Oco6eHHOCTHIO 30HBI
HAMPSDKEHUST SIBJISIETCSI TIPUTOK TEHOB, 00YCJIOB-
JIEHHBI paccejieHneM (ucIiepcueil) u3 palioHOB C
BBICOKOM TUIOTHOCTBIO OCOOEN B YYaCTKU C HU3KOU
IJIOTHOCTBIO, Y4TO C OOEMX CTOPOH TOJIKAET TAKYIO
30HY B 00/1aCTh HU3KOH IJIOTHOCTH. [leprognueckue
V3MEHEHUS B PACIIPE/IEJIEHUH TUIOTHOCTU MOTYT BBI-
3BIBaTh MOABMKHOCTH 30HBI (Hewitt 1989: 89).

TakuM 00pa3oM, TEOPETUIECKH TMHAMUKA KJIHHBI
(eé dopMa ¥ TOABUIKHOCTH) MOJKET OIPENESATHCS
pPasHBIMU TPUYMHAMU U PasHBIMU (opMamu ecTe-
CTBEHHOTO0 0TOOpa. EC/u KiMHa HOAePKUBAETCS TAK
Ha3bIBAEMBIM 9HOOZeHHbIM OTOOPOM, HAIIPaBJIEHHBIM
MPOTHB TUOPUIOB, TO OHA GYIET OTHOCUTENHHO He-
3aBUcUMa OT cpenibl. Ecov ske paGoTtaeT sx30zenmbiil
0T6Op, O6YCIOBJIEHHBIN HEOAHOPOAHOCTHIO, TPaIH-
€HTOM CPeJIbl, TO KJIMHA OyIeT PacIoyokeHa B 30He
sKosorndeckoro nepexoza (Alexandrino et al. 2005:
1135-1136).

Mo3anuHbie 30HbI

JIpyruM THUTIOM TUOPUAHBIX 30H SIBJISIETCSI TaK
HasbIBaeMasi Mo3auunas TubpunHas 3oHa (Harrison
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1986: 346), uTo oTpakaeT €€ BHYTPEHHIOI CTPYK-
Typy. [loaToMy He CJeAyeT MyTaTh €€ ¢ MO3aUYHBIM
pacrpezieieHieM THOPHIHBIX 30H, BO3HUKAIOIUM
TIPU KOHTAKTE [BYX BUOB HA Pa3HbIX yIaCTKaX CBO-
ux apeasnoB (Schwenk and Spaak 1995: 470; Hewitt
1996: 256; Redenbach and Taylor 2002: 1030, Fig. 4).
B 4éTKO BBIpaKEHHOM MO3aMYHOM THOPUIHOM 30HE B
MPUHIATIE He JOJUKHO OBITh KIWHAJIBHOTO MEPEXo/a
npusHakoB (Ho cM. ¢.108 u 110). [IpocTpancTBeHHOE
pacrpeie/ieHre poauTesiell U ruGpPUIOB UMEET MO3a-
vyHBIY (OTKyZa ¥ Ha3BaHUe), JOCKYTHOU XapaKTep.
BruiepBsie Takast 30Ha GbLIa BISIBJIEHA y CeBepoaMe-
PUKAHCKUX CBePYKOB poxoB 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). 3areMm oma GbTa OOHAPYXKEHA U Y pa3-
JIMYHBIX JIPYTUX CYXONMYTHBIX W BOIHBIX 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; Kprokos 2000:
21; Bierne et al. 2003: 448 u 455; Vines et al. 2003;
Fitzpatrick and Shaffer 2004: 1288).

Mo03audHOCTh MOKET OTIPENETISIThCS UCTOPUER 3a-
ceJleHvist 30HBI (€€ KOJTOHU3AIVS ¥ BRIMUPAHUE TIOTTyJIsl-
1WA BO BPEMsSI BTOPMYHOTO KOHTAKTa, JIOKAIbHAS KOH-
KyPEHIIHsI, BeyIasi K B3aNMHOMY WCKJIIOUEHHIO) VLIH
OTPaKATh MO3AUYHBIN XapaKTeP CPEMIBI U COOTBETCTBY-
Iollee JIOKajibHOe AasieHue or6opa (Harrison 1986:
346; Harrison and Rand 1989: 128). Hanpumep, Mosa-
WYHAsI CTPYKTYPa THOPHU/IHO# 30HbI Y CBEPYKOB CBSI3aHA
C MO3aUYHBIM PACIIPEIEJIEHAEM JIBYX BAPUAHTOB OYBBI
(Rand and Harrison 1989: 444; Ross and Harrison 2002:
2304). TISTHUCTBIM pacIpeieieHHEM MECTOOOUTAHUI
OOBSCHSIETCST MO3AMYHBINA TUTT HEKOTOPBIX THOPUIHBIX
30H y eBponeicknx xepiasHok (Szymura 1993: 272;
cM. Hmke). TakuM 06pa3oM, MoO3aWyHasi CTPYKTypa
TUOPUTHON 30HBI BO MHOTOM OOYC/IOBJIEHA 3aMETHBI-
MU Pa3JIMIMsSIMA MEK/Y BUIaMU B MX 9KOJIOTHYECKOM
TIPEITIOYTEHNY OJTHOTO M3 GHOTOIIOB.

“Cam aBTOp TepMUHA OOBSICHSLI €T0 IPOUCXOKIEHIE HECKOJIbKO rHave. I1o ero ciosam (Key 1982: 432), rubpuamsanion-
Has MapanaTpusi XapaKTePU3yeTCs «PENPOAyKTUBHON KoH(poHTanuei» (reproductive confrontation), T.e. or60pom mpo-
TUB rUOPU/IOB, U3-32 KOTOPOIl y3K1e TMOPUIIHBIE 30HBI U OB Ha3BaHBI «30HAMY HAMIPSKEHUS> .

“Mopmaspro crathbs [Iarnena Xayapaa Boiiia panbine (14 ssuBapst), ueM ctatbst Pugapaa Xappucona. O HaKo eciiv mep-
Bbiii u3 Hux (Howard 1986: 40 u 41) ucnonb3oBas BbIpaKeHUE «<MO3aUYHBINA THUI PAaCIIPOCTPaHeHus» (mosaic pattern of
distribution), To Bropoi (Harrison 1986: 346), momumo storo (the pattern of mosaic, a mosaic of populations u apyrue),
MIPEIJIOKMI ¥ caM TepMuH <«a mosaic hybrid zone». Kpome Ttoro, [I. Xayapa 6marogaput P. XappucoHa «3a CTUMYJIUDY-
tomue Gecepl 0 TMOPUIHBIX 30HaX»> (P. 42) U 3a MOANEPKKY CBOEH paboThl rpaHTOM XappucoHa. JI6ombITHO, 4TO 06a

aMepHKaHI[a pabOTAJIM CO CBEPUKAMM, TPAB/IA, PA3HBIX POJOB.
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HepaBHOoBecue 10 CIIEIJIEHUIO TEHETUYECKUX
MapKepOB, OTMEYEHHOE BBIIE JJIST KJIWHATBHBIX
30H, MOXET HaOJMOfaTbCd W B MO3aMYHBIX 30HAX
(manpumep, Harrison and Bogdanovicz 1997: 498;
MacCallum et al. 1998: 232; Bierne et al. 2003: 456).
OpHako 371€Ch OHO BBI3BAHO PA3JIUYUSIMHU B 9KOJIOTH-
YeCKOM TIPEIIOYTEHUY BUIOB. UeM OHM CUJIbHEE, TEM
MeHbIIIe TepeMeIleHrne 0cobedl MEXAY COCETHUMU
y4acTKaM¥ C pas3JuyaiouMucs 6Guortomamu. Tem
He MeHee B3POCJjble 0coOu, BCE e MOoMaIaionye us3
OfIHOTO 6GHOTOMA B JPYrOM, BHOCSAT KOMOWHAITMK
ajyiesieil, TUMUYHbIE NI TOMYJIAINMA, U3 KOTOPBIX
onu mwurpupoBanu. Ha mpumepe KepisiHOK, KOTO-
phble IIPEANOYNTAIOT MOCTOSHHBIE Ipyasl (Bombina
bombina) wiu BpeMeHHBIE MEJIKHE BOAOEMBI THIIA
Iy Ha gopore (Bombina variegata), Oblna moKasaHa
CYIECTBEHHAS CBSI3b MEK/Iy TEHOTHUIIOM 1 GUOTOTIOM,
T.e. OGMOTOITMYECKN HECAYYAHOE TIEPEMEIEHIE 0CO-
Geit B rubpumHoii 3oue (Vines et al. 2003: 1884).

ITpuBsizka K OGUOTOIY MOXKET MOAIEPKUBATHCS
CWJIBHBIM OTOOPOM, €C/IM MO3auYHBIE YYACTKM JI0-
CTAaTOYHO KPYIIHbIE OTHOCUTEIBHO PACCTOSHUS [IHC-
nepcun. OIHAKO [axe CBOOOTHOE PACCETEHUE MOJKET
IpuBOANTH K BO3HUKHOBEHHIO MO3aNvYHON 30HDbI,
€c/M pasjinyHble TEHOTUIB OyIayT u30MpaTesbHO
NIBUTaThCS K Pas3JUyYHbIM OuoTomaM. Jlokasarenb-
CTBO aKTHBHOTO OMOTOMMYECKOTO MPEIIOYTEHNUST
OBLIO TIOJYYEHO TIPH U3YYEHWM TUOPUAHON 30HBI
Mmexay xepistikamu B Xopsaruu (MacCallum et al.
1998: 227). buortonuyeckoe IpeqnoYyTeHUEe MOXKET
JIBOSIKUM 00pa3oM BJIMSTH Ha IOTOK reHoB. C oxHOi
CTOPOHBI, JI0JIsI PEKOMOUHAHTOB JI0JI)KHA YMEHBIITATh-
Csl, a CaMM OHM CTaHOBUTHCSI MEHee MPUCIIOCOOTIEH-
HBIMH, YTO YCHJINBAET Gapbep JJisi TEHOB, a C IPYTOH,
IIUPOKast CMeCh MECTOOOUTAHUM MOKET PaCIIUPSTh
rUOPUIHYIO 30HY W, CJIENOBATEIBHO, JaBaTh OOJIBIIE
BO3MOXKHOCTE#T iIs1 0OMeHa reHamu. BryTpu camoit
30HBI MOJKET IPOMCXOANTH OTOGOP KaK Ha yCHUJeHue
OpayHOro BHIOOpPA, TaK W HA HBOJIOLUI0 OMOTOIH-
YECKOTO MPEANOYTEHUsI, KOTOPOE YMEHBINAETCS
«3abosaunBaIuM> 3(H(PEKTOM IIOTOKAa TeHOB. Mo-
3aUyHble TUOPUIHBIE 30HBI MOTYT CIIOCOGCTBOBATDH
060¥M BapuaHTaM JUBEPTEHIIUH MO BYM TIPHYMHAM
(MacCallum et al. 1998: 238):

1) ymeHbuIeHNEe peKoMOMHAIINY OyIET COXPAHSTH
CBSI3b MEXK/Y JIOKyCaMH, OTBETCTBEHHBIMU 3a He-
cly4ailHOe CIIapUBAHUE M HENPUCIIOCOOIEHHOCTD
rubpuoB,

2) oT6GOp MOKET AeicTBOBaTh Ha 60JIee MMPOKOH
TEPPUTOPHH, €CJIU TUOPHIHAST 30HA OYET IIHMpe, U

JLA. Bopkun u C.H. JIutBunuyk

CITeNIOBATh BIIOJIb U3BUINCTOTO X0/[a GUOTOMNYECKUX
TPaHMIL.

MosanuHast CTPyKTypa MOKET BOBHUKATh TAKiKe
B pe3yJibTare CIy4aifHOTO [peticha TeHOB, eCIIN YHUCIIO
MUTPAHTOB MEXIY MECTHBIMU HOIYJISIIUSIMUA MAJIO.
Curyuaiinbiii petih v BBIMUPaHe MECTHBIX TIOITYJIsI-
Uil MOTYT [IaBaTh Pa3JIMYHbIE BAPUAHTHI MO3aUYHO-
cru. Ocobo BaxHas ¢opMma apeiida MoxKeT ObITh 00-
YCJIOBJIEHA 3aMETHOM MMMUTPAITHEN B TIPOCTPAHCTBO
MEKIY ABYMSI PACIIUPSIIONIAMUCS IOy JISIHSIME
WV B HE3AHSATHIE YIACTKU MO3aUKHU U3 POTUTENBCKUAX
nomyJsinuii (cM.: Vines et al. 2003: 1877). JlockyTtHoe
pacripejiesieHure, BEPOSITHO, BRI3BAHHOE JIVCIIEPCHETT 1
npetichoM, a He IPUBSI3AaHHOCTBIO K MECTOOOUTAHUSIM,
obnapysxeHo y momoBbix Mbriei (Hauffle and Searle
1994: 1385), kpeBetok (Garcia and Davis 1994: 385),
MHTPOAYIMPOBaHHBIX MypaBbéB (Shoemaker et al.
1996: 1966), xmomos-Bomomepok (Klingenberg et
al., 2000: 763). Takue ciy4au, KOraa NATHUCTOE Pac-
[pejesieHre He 00yCIOBAEHO OMOTOMNYECKIM IPE/-
HOYTEHUEM, KaK Y CBEPYKOB, OBLIO MPEIIOKEHO OT-
HOCHUThH K KaTErOPUU «KPAI4aThiX THOPHUIHBIX 30H»,
mottled hybrid zone (Searle 1993 — tur. mo: Hauffle
and Searle 1994: 1392). OgHaKo HeIb3s MOTHOCTHIO
Da3/IenNTh BIAMSHUS Apetita Ha TOKATBHBIX yYaCTKaX
W ajanTaiy K pasianyHbeiM 6uotomam (Sites et al.
1995: 24).

I[To muenwio 3akapum lommepra c coaBTOpaMu
(Gompert et al. 2010: 3186), camo mo cebe JIOCKYTHOE
(patchy) pacrpenenenne nomyasuuii B ruGpUaHOM
30He€, €CJIM OHO He COCTOUT M3 [EPEMEKAEMBIX yYaCT-
KOB OHOTOTIOB, MPEIOYUTAEMBIX POAUTETHCKAMU
BUJIAMH, C COOTBETCTBYIOIIUMHU GEKKpOCCaMHu, He
MOJKET PAaCCMATPUBATHCS KaK JOKA3ATENTBCTBO MO3a-
MYHOTO THIAa THOPHAHON 30HBL Takoe pacipenele-
HIE CKOpee OTPAKAeT MMHAMUKY METATIOMYJISAINN C
JIOKAJTbHBIM BHIMUPAHUEM U PEKOJIOHU3ATIHE.

B oranuune oT KIMHAJIBHBIX 30H, MO3anU4YHbI€ TU-
OpUIHBIE 30HBI MOTYT UMETh PasHyIo IMUPHHY. Tak,
y XKepJSTHOK OHA BapbUPYET OT HECKOJIBKIX, C 30HO#
uuTporpeccun B 15-25 kM (Szymura 1993: 284),
1o cotau kuaomerpos (Vines et al. 2003: 1880), y
cBepukoB popa Allonemobius ot 5 mo 200 km (Howard
1986: 40), a y cBepukoB pona Gryllus oT 1ecATKOB /10
coren kunomerpos (Harrison and Arnold 1982: 549;
Ross and Harrison 2002: 2305). IIupokue Mo3any-
HBIE 30HBI CBSI3aHBI C CUMIATPUEd. Y TUPEHEHCKUX
xyxemui moppoxpa Chrysocarabus (pon Carabus) c
PEAYIMPOBAHHBIMU 3aJHUMU KPBUIbSIMU THOPHUIM-
3aIMsT OXBATHIBAET TePpUTOPUIO B 120 KM MUpPUHON



Tubpuausanus, BUI00Opa3OBaHUE U CUCTEMATHKA JKUBOTHBIX

TIPU CKOPOCTH PACCENIEHUsT B HECKOJIBKO COTEH Me-
TpoB Ha nokosienune (Mossakowski et al. 1990: 1787).

Ecnu it 06bsICHEHUST KIMHATBHBIX THOPUTHBIX
30H TMPEJIOKEHBI PA3JIMIHBIE MATEMATHIECKIE MO-
nemu (Hampumep, Bartton and Hewitt 1985, 1989),
TO MO3aWYHBIE 30HBI B DTOM aCIEKTe Pa3pabOTaHBI
HEJIOCTATOYHO, XOTSI BBIBOJBI U3 KJIUHAJIBHBIX MO-
ZieJiell He BCETZa MOTYT OBITh TTPUMEHUMBI K MO3a-
nunbiM (Mossakowski et al. 1990: 1787; Cain et al.
1999: 1343; M’Gonigle and FitzJohn 2009: 453). B
c/ly4ae OJIHOTO JIOKyCa JIOKAJIbHO aJAlTUBHBIA aji-
Jiesb OyZIeT COXPAHSThCS, €CJIU OTOOP B €0 TOMb3Y
Oyzer CuabHee CKOPOCTH MMMUTpanuu. B ciydae
MHOTHX JIOKYCOB JIMHAMUKA THOPUIHOM 30HbBI OymeT
06ycIoBIeHa KaK 0TOOPOM II0 OT/EIbHBIM JIOKYCaM,
Tak ¥ o6mMM 0T60POM TI0 BCEM JIOKycaM. Buortormm-
yeckyu 00yCIOBJAEHHbINH 0T60p OyAeT BAMATH KakK Ha
aJlyIesiv, BHOCUMbIE UMMHUTPAHTAMH, TaK U HA aJIJIEH
uX TUOPUIHOTO TOTOMCTBA. B cityyae mocratoyno
KPYITHOW MECTHOM TOMyJISAIMA UMMUTPAHTHI OyIyT
COCTABJISITh SIBHO MEHBIIYIO JOJIIO ¥ COOTBETCTBEHHO
aJlJIeJIbHBIE PA3JINYUs MEKIY MOMYJISIIUSIMA MOTYT
TO/IIEPKUBATBCST  MeHee caabbiMm  oTOopom. Tak
MOKET 06eCIeunBaThCsl CTaGUIBHOCTH MO3AMYHOM
ruGpUAHON 30HBL. KOMIBIOTEPHBII aHATN3 TOKa3aJI,
YTO TIPW CUJIBHOM OTOOpE TaKue 30HBI MOTJIM BO3-
HUKHYTb BCKOPE MOCJIE JIEAHUKOBOTO MEPUOJIA, a TIPU
c1aboM 0TGOpe HECKOIBbKO coTeH et Hazax (Vines et
al. 2003: 1886).

MosanyHast TMOpHIHAS 30HA MOXKET MOIEPHKHU-
BaTbCS KaK 9K30TEHHBIM OTOGOPOM B TeTepPOTeHHOU
cpenie, Tak W SHAOT€HHBIM OTOOPOM IIPOTHB THMOpHU-
noB. BroTomnyeckoe TIPeAnoYTeHNe, TOKOMYJISIN-
OHHbIE MEXaHW3MBbI PENPOAYKTUBHON HM30JSAINU 1/
unu otbop Ha (epTUILHOCTh TaKKe BHOCSAT CBOW
BKJIaJ B popMupoBanre Mo3anyHoii 30HbI (Ross and
Harrison 2002: 2296).

CeTuaTbi€e 30HBI

N3syyenne ruGpUAHON 30HBI MEXKIY TPUTOHAMHU
Triturus cristatus n Triturus marmoratus Bo @paHnuu
MTOKA3aJI0, YTO OHA He YKJIAJBIBAETCS B XOPOIIO U3-
BECTHBbIE KATETOPHWU TapamaTpuiecKoil (KIMHAJb-
HOM) M MO3aWyHOI 30H, a COBMeIlaeT B cebe WX
npusHaky. [y 0603HAYEHUST TAaKOW CUTYaI[uy ObLI
MIPeJIOKEH HOBBIM TEPMUH <«ceTdarass TMOpUIHAsS
30Ha», reticulate hybrid zone (Arntzen and Wallis
1991: 817). Ha nam B3rJisil, TEDMUH TMapanaTpus
BpS M TIOAXOAUT K YKA3aHHOW IIape BUIOB, IIO-
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CKOJIBKY UX apeaJbl epekpbiBaiorcs Bo Opaunmu Ha
mpotskerry 300 KM, a THOPUIBI OTMEYEHBI IO BCEi
3oHe cummarpuu (tam xe, p. 806 u 808, Fig. 1). Iloa-
TOMY AaHHBIN CJIy4all 0JKEH PacCCMaTPUBATHCS KAk
JIOKAJIM30BAHHAST CUMITATPUYECKAsT THOPUAU3AIUS
(Puc. 3, 2), Ha 9yTO yKa3aau U caMu aBTOpHI (Arntzen
and Wallis 1991: 817). OanHako BHYTpHU 30HBI mepe-
KPbIBaH apeajioB BUBI PACIIPOCTPAHEHHI, KaK Mpa-
BWJIO, JIOKQJIBHO COCEICTBYSI M B3aMMHO HCKJIIOYAst
npyr apyra (T.e. B JAaHHOM MeCT€e TOJbKO OIUH BUI).
B meHTpanpHOIl XKe YacTH 30HBI, B JeNapTaMeHTe
Maiien, rie BUAbI CHHTOIMYHBI (T.€. COCYIIECTBYIOT
B OJHOM U TOM K€ BOAOEME) M TUOPUAMBUPYIOT B
MOZABJISIONEM GOJBIIMHCTBE MPYAOB, OOHAPYKEHO
80% rubpuaoB: 31eCh 30Ha TUOPUAM3AIMY JOCTUATA-
na 20 kM B mupuny (Arntzen and Wallis 1991: 806,
Fig. 1; Arntzen 1996: 114).

K coxamenuio, aBTOpHl He Aaay YETKOTO OIIpe-
JIeJIEHVs] BBIAEJNEHHON MMU KaTeropuu TUOPUAHOM
30HBI, C YKa3aHWEM CBOWCTBEHHBIX eil yepT. Bepo-
SITHO, IIO3TOMY OHA He IOJIy4usa IIPU3HAHUS B II0-
crenyomux paboTax, XOTS CMeIIaHHble THOPU/HBIE
30HBI OBLTH OOGHAPY/KEHBI W TIPU M3YYEHUW APYTUX
JKMBOTHBIX, HATIpuMep y sameputl Sceloporus (Sites et
al. 1995: 21) u y xepauok (cm. c. 108). Comocrasie-
H¥€e TUOPUAHBIX 30H TIOKA3AJI0, UTO JKEPIISTHKHU JIydIIie
TOJIXOISIT TIOJ] TPAIUEHTHYIO (KIMHATBHYIO) MOJIEID,
HO TaKXe JEMOHCTPUPYIOT U MO3AUYHYIO CTPYKTYPY,
TOT/Ia KaK Y TPUTOHOB BBIPAsKEHA MO3aNYHAST MOJIEJTD,
HO C TPU3HAKAMU TPAINE€HTHOCTH (Ha pacrpeiesieHre
TPUTOHOB M COOTHOIIIEHNE UX YMCIEHHOCTEH BIUSIET
creneHb 00JIeCEHHOCTH M XOJIMUCTOCTUA MECTHOCTH).
Bo3moxHO, B Ipupojie CyllecTByeT HeIllpepbIBHBIN
Iepexo]] MeXKIy STUMU IBYMsI TUIIAMU MOJeJel, HO
JUISL BBISICHEHWSI CBSI3M MEXIy HUMHU HEOOXOAUMO
OTHOBPEMEHHO M3YyYaTh KaK KOJOTWYECKUE, TaK U
TeHeTHYecKre TapaMeTPhl C WCIOJIb30BAHWEM Da3-
HBIX MAacCIITa00B IPOCTPAHCTBEHHOIO HAOMIOAEHUS
(Arntzen 1996: 117).

OcTaTo4yHbIe 30HbBI

TToMMMO KJIMHAIBHOM («IJIaKKe KJINHBI», Smooth
clines) u Mo3amuHO TMOPUAHBIX 30H, BBIAEJSIOT
TPETHUil THII, HA3BaHHBINA ocmamounoii 30u0M («relict
zone», Szymura and Barton 1991: 258; «residual
hybrid zone», Szymura 1993: 272—273). B orinune
OT TEPBBIX ABYX, B Hell I€HTpajbHAs YacThb 30HBI
UcYe3ia u3-3a PaspylIeHus MECTOOOUTAHUIA, U caMa
30HA COCTOUT M3 IBYX MIPOCTPAHCTBEHHO 060CO0IEH-
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HBIX YYACTKOB C POAUTENbCKUMH ¥ THOPUIHBIMU (HO
ue F) ocobsamu (Puc. 7). ITonaraioT, 4To Takue 30HbI
MOTYT OBITH OCTATKOM KaK KJIMHAIBHOM, TaK 1 MO3a-
nuHOi rubpuaHbIX 30H (Szymura 1993: 273). Tak, B
Huxnueit Asctpun (Waldviertel) 6p11a 06HapykeHa
OCTaTOYHAs 30HA, TPOU3OIIEIINAS OT PaHee MO3auy-
Ho#t 30HbI (Gollmann 1996: 127). VzyueHHass HaMu
ruGpuiHas 30Ha MEXIY rpeOeHYaThIMU TPUTOHAMU B
3akapraTbe TakKe MOXKeT GBITh OTHECEHA K OCTaTOY-
HOIi 30He, HO, IO-BUAUMOMY, SIBJISIETCSI TPON3BOTHOMN
OT KJINHAJIBHOU 30HBI (JIuTBUHUYK U Bopkun 2009:
158). OcraTounas 30Ha Oblia MAEHTU(GUIXPOBAHA
HaMU B 3akaplarbe U MeX[Iy *KepssiHKamu (XaiaTy-
puH u ap. 2001: 313).

Pasnoo6pasue (popM rHOPUIHBIX 30H
B IIpe/ieJiaX O/IHOM Napbl BUIOB

WHorzma nBa Buga MOTYT 006pa30OBhIBaTh Ha KOH-
TAKTHBIX YYACTKAX CBOWX apeasioB TUOPUIHBIE 30HBI
pasHoro Tuma. XopoIuM IPUMEPOM MOKET CIIYKUTh
TeHETUYECKOe B3aMMOJIENCTBIE MEKIY KPacHOOPIO-
xoit (Bombina bombina) n xenrobpioxoii (Bombina
variegata) SKepJSTHKAMU, KOTODBIE, HECMOTpPS Ha
XOPOIIIO BBIPAKEHHbIE DPA3MNuusi B MOpPdOIoTHH,
DKOJIOTHH, TIOBEIEHUU W N0 OMOXMMHUYECKUM TIPH-
3HaKaM, 00pa3yoT B EBporie y3Kyio rTHOPHUAHYIO 30HY
JUIMHON B HECKOJIBKO THICSTY KUJIOMeTpoB (Szymura
1993: 271). [leTasbHO ONWCAHHBIE B MPENTOPbSIX
Kaprmar B toxwno# Ilosbiiie Ba y4acTKa ruGpPUAHOR
30HBI KJMHambHOro tuma (Szymura et al. 1985;
Szymura and Barton 1986, 1991; Szymura 1993:
273-281) cramu omHMM W3 TAPATHBIX IIPUMEPOB,
MOMABIIUM B Pa3jinyHble 0030Pbl U PYKOBOJCTBA IO
SBOJIIOIMOHHOM Guostoruu. CaMast y3Kas KavHa B 2.3
KM pacrosiokeHa B [Ipukapmnarbe YkpauHbl (peka
Crpsrit) u npussizana k skotory (Yanchukov et al.
2006: 592). B yxpanHckoM 3akaprarbe Ha 60JbIeit
YaCTH y4acTKOB 30HY mupuHoi oT 1 10 10 kM MoxKHO
OTHECTH K KJIMHAJIIBHOMY THITY (C CHTMOU/IHBIM II€pe-
XO/IOM), HO B PsiZie MECT K MO3AaMYHOMY HJIM OCTAaTOY-
nomy tumy (Khalturin et al. 1996: 45; Xantypun u
ap. 2001: 313). B Xopsatuu 6113 Iemennubt (20 kM
or 3arpe6a) KanHaJIbHASA TUOPUIHAS 30HA IIMPUHOM
B 9.5 KM BKJIOYAeT 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). Pacmo-
JIOKEHHBIHM OT Heé Bcero Jiuinb B 50 KM Ha TpaHUIlE
Xopsaruu un bocann (Kocraitauia) 1pyroit yuactox
TUOPUIHON 30HBI 3AMETHO OTJINYAETCS ¥ UMEET SIBHO
Mo3anvHbIi XapakTep (Szymura 1993: 281; Szymura
et al. 2003: 891). MosanyHast 30Ha 0OOHapyKeHa TaK-
JKe Ha ceBepo-3amane TpPaHCUIBBAHCKOM JOJUHBI B
Pymbinun B paiione Kiayx (Vines et al. 2003). Ocra-
TOYHbBIE TUOPHU/IHBIE 30HbI ¥ JKEPJISHOK BBISBJIECHbI Ha
10TO-BOCTOKe ABCTpuu 1 3anajinee 3arpeba (Szymura
1993: 273; Gollmann 1996: 127).

Y knonos-BogoMepok (Limnoporus) obumipHas
rubpuaHast 30Ha B CeBepHON AMEPUKE TaKKe UMEET
SIBHO BBIPYKEHHYIO IMIMPOKYIO KPYTYIO KJIUHY B OHOIM
CBO€H YacTu, K KOTOPOH MTPUMEHUMA MOJIENb «30HbI
HAMpPsUKEHUs», ¥ MO3auvHOCTh B apyroi (Sperling
and Spence 1991: 1380). Cienyer umerh B BULY,
YTO OTHECEHWE TMOPUIHON 30HBI K KIMHAIBHON WJIH
MO3aWYHOM 3aBUCUT OT MaciiTaba aHAIM3a; HA OTHOMH
IIKajIe PacCTOSHUNA MOXKHO OOHADYXKWMTh KJWHY, a
Ha apyroi mosamky (Futuyma and Shapiro 1995:
225; Sites et al. 1995: 24; Harrison and Bogdanowicz
1997: 500; Ross and Harrison 2002: 2306). I13BecTHbI
CJTy4yau, KOTOPbIE He YKJIA/IbIBAIOTCS] B MO/IE/TU KIIMHBI
nsm mosanku (Bridle et al. 2001: 1842).

JI1060MIBITHBIN ciTy4ail ObLI 0OHAPYKEH Ha OCTPO-
Be Can-Towme, 3anaguas Adpuka, rje paBHUHHBIA U
TOPHBII BUBI 1p030GUIT B paiioHe COBMECTHOTO 00U~
TaHUs 00pasyIoT 0OBIYHYIO THOPUAHYIO 30HY. OHAKO
elé BhIle OblIa BBISBJIEHA APyras TUOPUIHAS 30HA
MO3aMYHOTO THIIA, HACETEHHAS TOJIBKO THOPUIHBIMU
CaMIIaM¥ U PEIKUMHU OCOOSIMU OJTHOTO U3 POMTEIh-
ckux Bun0B Drosophila santomea (Llopart et al. 2005:
2605).

CnMnanu'{ecxne FI/IGPI/IZIHI:IC 30HbI

Cymectyer muenue (Bigelow 1965: 455), uto
BCe THODHIHbIE 30HBI — CHMIIATPUYECKUE, TAK KaK
€CJIU CKPEIMBAHE TPOUCXOMUT, TO ITO CaMO 10 cebe
y’Ke YKa3bIBa€eT Ha ONPEIETEHHOE TPOCTPAHCTBEHHOE
nepekpbiBanue.? OHAKO B TO BPeMsT TEDMUH TIapa-
TATPUSI 1€ He IMOJIYIHII TAKOTO IIUPOKOTO IIPHMEHe-
HUs, Kak ceityac (cMm. cHocky 30). MBI k cuMnaTpu-

2 Jlanubiii aBrop (Bigelow 1965: 455—456) moarast, 4To HOHSITHS JIJI0- U CAMITATPUY HAJI0 TIPUMEHSTH HE TOJIBKO K BUIIAM,
HO U K MOMYJISAIUAM U fake 0co6siM. CKpeluBaHie MOXKET TIPOMCXOIUTD JIMIITh MEK/IY CUMIATpuuecKumMu ocobsimu. Ha

HaIll B3TJIAL, 9TO — U3JIMIITHE IMMINPOKaA TPaKTOBKa TIOHSITUN.
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K/IIHMHAJIbHaf

Puc. 7. Tunbsl TMOPUAHBIX 30H: KIMHAJIbHAS, MO3aNYHAs U ocTaTo4uHas (110: Szymura 1993: 272, ¢ usMeHeHWAMM).

Fig. 7. Clinal, mosaic, and residual hybrid zones (from Szymura 1993: 272, with modifications).
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4eCKUM THGPUIHBIM 30HAM OTHOCHM CJIy4au SIBHOTO
HePEKPBIBaHKS apeajoB TMOPUAM3UPYIONINX BUAOB
(Puc. 3). Ilpumeps! Takux 30H HEMHOTOYHCJIEHHBI,
XOTSI M3BECTHBI Y TAKMX PA3HbBIX KMBOTHBIX, KaK Oa-
GOYKH, KJIOTBI-BOJIOMEPKH, APO30(MUIIbI, HECXBOCTHIE
aM(pUOUY U IPHI3YHBL

Tak, apeasbl KEITOH M OpaHXeBOM pac 6abo-
yek Colias chrysotheme (110 GaKTy COOTBETCTBYIOT
PasHbIM BHZAM) II€PEKPHIBAIOTCS HA OTPOMHOMN
tepputopuu oT Kackamueix rop Ha 3amane CIIA mo
no6epeskbst ATIAHTMYECKOTO OKeaHa Ha BOCTOKE U OT
foxHoi Kanazmer 1o Mekcuky, 3aHMMAsi pa3jiMuHbIe
sKosorndeckue Huimn. OIHAKO B HEKOTOPHIX MECTaX
o6e pachl OGUTAIOT BMeCTe W 06PasyioT TUOPHUIBI,
okoso 10% (Hovanitz 1943: 44 u 50), uro, Ha Hamt
B3IJISII, YKJIAAbIBAETCSA B TIOHATHE JIOKATM30BAHHON
CUMIIaTPUYECKOM ruOpuaHoit 30HbI (cM. Puc. 3, 2).
TuGpuabl MeXIy CUMIATPUYECKUMU KBAKIIAMH
Hyla cinerea v Hyla gratiosa 6u11u 06HAPYKEHBI B
mrarax AmaGama u Ixxopmxus B CIITA (Mecham
1960: 445; Gerhardt et al. 1980: 579, Table 1). Tu-
Opuan3anys MeX/Iy CeBEPOaAMEPUKAHCKUMHU KabamMu
Bufo americanus v Bufo fowleri BrisiBjIeHa B pasHBIX
MecTax ux cummarpun ot Maopuast 0 fora Kanamapr,
HO HE Be3Je, I7le MOKHO ObLIO Obl OXKUAATH; YKMCJIO
ruGpuaoB pu 5ToM Bapbupyet (Green 1984: 23 1996:
100). KnwnaambHast M3MEHYHMBOCTb, B OTJIUYHE OT
Y3KHX MapanaTpuuecKuX 30H, He 0OHApysKeHa, KaK U
JIOCTOBEPHAst MHTPOTPECCHS, & CYIECTBOBAHUE CAMOIA
TUOPHIHOM 30HBI MOJKHO OOBSCHUTH MOHUKEHHON
xKu3HecocoOHocThio TubpumoB (Green 1984: 39).
[To3aHee CUTYyaI¥st MEXKILY STUMH BUIaMu kal ObLia
ONMCaHa KaK JIOKAJIW30BAHHAS CHMIATPHYECKAsT
rubpuaHas wian MosanyHas 30Ha (Green and Parent
2003: 41). OxHako mocaeHU TEPMUH B TAHHOM CJTY-
Yae BPsiJ[ I COOTBETCTBYET COOCTBEHHO MO3aHYHOMY
TUILY THOPUIHOM 30HBI, PACCMOTPEHHOMY BHIIIIE.

Jlpyras cutyaius 6bula HaliieHa y yIIOMSIHY-
THIX BbIIIE ABYX BHIOB KJIOMOB-BOAOMEPOK DO/
Limnoporus. VIx orpoMHasi cuUMIATPUYeCKass TH-
OpuaHas 30Ha, gocturamomas 500—600 kM, umeer
HEeOOBIYHYIO TPOCTPAHCTBEHHYIO CTPYKTYPY, COUETasT
IIUPOKYI0 KJIMHY W MO3aWYHOCTb B PasHBIX CBOUX
yactsax (Sperling and Spence 1991: 1380). IlTupuna
U OCOOEHHOCTHM TaKOi TMOPUIHON 30HBI, BEPOST-
HO, CBSI3aHbI C pacceJieHHeM B3POCJBIX OCOOel Ha
6oJIbIIIME PACCTOSHUSA, OTOOPOM MIPOTUB TMOPHIOB, a
TaK)Ke BIUSHUEM OMOTOIMYECKOTO PACIIPEIETEHUS.
Pesknii caBur B 4acToTax IPU3HAKOB COBIAAET C
PETMOHAIBHBIM 9KOTOHOM BJI0JIb BOCTOYHOTO CKJIOHA
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CxamucTsIx rop. BeposiTHO, K KaTeropuy CUMIIATpH-
4eCKOH ruOpUIHOM 30HBI MOKHO OTHECTH HEKOTOPBIE
CJIy4au IIUPOKUX MO3aWYHBIX 30H, a TaKXKe «CeTda-
TYIO 30HY», OTIMCAHHYIO Y TPUTOHOB (CM. BBIIIIE).

Ha samazne Cesepnoit AMepuku apean Drosophila
persimilis TOIHOCTBIO JIEKUT B 3HAYMTENBHO OoJiee
mpoTsLKEHHOM apeasie Drosophila pseudoobscura; ru-
OpUIM3aIVist STUX BUIOB-IBOMHUKOB GBIJIa BHISIBIEHA
Mo MuTOXOHApUaabHbIM redaM (Powell 1983: 493).

llBa 3aBe3EHHBIX BHMIA MypaBbeB Solenopsis
invicta u Solenopsis richteri IMUPOKO PacIpOCTPaHU-
smck Ha tforo-Boctoke CIIIA, o6pa3oBaB 60JBIIYIO
ruGPUAHYI0 30Hy B HECKOJBKO COTEH KUIOMETPOB
(Goodisman et al. 1998: 1431), B KoTOpOiT MO3any-
HOCTh COYeTaeTcs ¢ KauHajbHOCThio (Shoemaker
et al. 1996: 1966; Goodisman et al. 1998: 1437). C
Y4ETOM BO3MOXKHOCTEN €CTeCTBEHHOTO pacCeIeHUsI
MypaBbéB MakcuMyM 1—10 KM 3a MMOKOJIEHUE TAKYIO
30HY CJIeLyeT CUUTATH ITUPOKOH.

Tubpuan3aIysa B IMIUPOKON 30HE HEPEKPhIBAHMS
apeajioB B CEBEPHOM TIOJYIIApWM OOHAPYKEHA Y
naduuii kominekca Daphnia longispina (Taylor et al.
2005: 526).

ITockombKy MOzesbh, OCHOBaHHAsT Ha W3yYeHUU
y3KuX KauHaIbHBIX 30H (Barton and Hewitt 1985),
He paboTaeT B Ciayyae NMIMUPOKUX CUMIATPUYECKUX
30H TUOPUAN3AIINY, TI€ MOKET He OBITh PacceNeHust
ocobeii Ha GOJIBIINE PACCTOSHUS UIIH MEKIY PasiIv-
YAIONIMMKCS MECTOOOUTAHUSMH, OBLIO TPEIJIOKEHO
paccMaTpUBaTh TaK¥e 30HbI KaK HeKMI HaGop MHOTHX
Y3KHUX 30H, KOTOPBIE CYIIECTBYIOT Ha YPOBHE JIOKAJb-
HBIX Homysanuii. Kpome Toro, Mo>KHO pasinyaTh /1Ba
BapHMaHTa IMMPOKKX 30H: peanvho yskue (effectively
Narrow), e CrocoOHOCTh BUIOB K PACCETIEHUIO BbI-
coka, u peanvro wuporue (effectively broad) ¢ Hesna-
yurenbHOR mucnepcueit (Mossakowski et al. 1990:
1789). OgHako «y30cTh» IMOPUAHON 30HBI — HOHS-
THE OTHOCUTEIBHOE U MOXKET OIEeHWBATHCS KAK K Be-
JIMYVMHE apPeasioB THOPUANSUPYIONIUX BUIOB, TAK U 110
ckopocTH paccenenus (o). lllupuHa y3kux 30H MeHee
500 (cm. c¢. 101). B atoM cMmbicie rHOpuAHAsS 30HA
MeKIy HemeTarommMu xysxkemumamu (Mossakowski
et al. 1990: 1788), HECOMHEHHO, ABISETCS IMUPOKOIA.

yHI/IMOI[aJI])HbIe u 6I/IMO/'.[aJle])Ie FH6PPII[HBIC 30HbI

[Tpn anamuze deHETUIECKON M3MEHYMBOCTH KaK
CBHUJIETEIbCTBA TMOPUAN3ALNY OBbLIM BHIIEICHBI IBE
curyanun. B ciydae cgo600noti eubpuousayuu (6e3
OrpaHWYEHUH /IS CTyYaliHOTO CIIAPUBAHMS B THOPHI-
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HOIi 30HE) BCe MOMYJISIUK OyIyT YHUMOIATIbHBIMU
Ha THCTOTPaMME, a TIPU 0ZPAHUUCHHOU 2Uubpuousayuy
(0oT60p MPOTHB HEKOTOPBIX KATETOPUI TIPOMEKYTOU-
HBIX 0c06eit) KapTuHa OyneT Ou- WK TPUMOLAIbHOM
(Schueler and Rising 1976: 284). Yepes 30 ser Gbia
TIPEJIJIOKEHA CXOMHAS TEHETHIECKAS KIACCUDUKAIUS
CTPYKTYpHI rubpuziHOil 30HbL Ilo cBoell reHeTHye-
CKOH CTPYKTYpe, T.€. TI0 COCTaBy KJIACCOB T€HOTHIIOB,
TaK¥e 30HbI MOTYT OBITh PA3/IEJIEHBI HA TPU KATETOPHH
(Harrison and Bogdanovicz 1997: 503; Jiggins and
Mallet 2000: 250; Allendorf et al. 2001: 614; Gay et
al. 2008: 2790). K yrumodansivim, T.€. C OMHAM MTHKOM
B CEpeMHE, OTHOCAT 30HbI, B KOTOPHIX MPe06IagaoT
rubpuapl  («ruOpUAHBIE CKOILIEHHUS»). B 6umo-
Oanvibix 30Hax (C IBYMsI TMKaMK) SIBHO BBIPAKEHBI
[JIaBHBIM 00pa3oM [[Ba KJIAcCa TE€HOTHUIIOB, HAIOMU-
HAoIIVe PoauTeabcKre BUIbL S HakoHelr, B TpeThbet,
npomexyTouHoit nrockoti (flat) xkareropmm Kmaccer
TUOPUAHBIX U POJUTETBCKIX TEHOTUTIOB TIPEICTABIIE-
HBI IPUMePHO onuHaKoBoO (Puc. 8).

YHuMonaspHOe pachpelesieHre TEHOTHIOB B
ruOpuaHON 30He ObLIO HalimeHo y xab B Kamaze
(Green 1983: 39), xepmsanok B ITomsiie (Yanchukov
et al. 2006: 597), rpuroros B ABctpuu (Maletzky et
al. 2008: 12), 6a6ouek-maxaonoB B Kanazne (Sperling
1990: 1791), 6a6ouex poma Lycaeides B CKaanucThix
ropax (Gompert et al. 2010: 3185), BeposiTHO, y mpe-
CHOBOJHBIX Yepemnax poxa Pseudemys (cm. Crenshaw
1965, Table 2). Crporo OumomajibHasi CTPYKTypa
BhIpakeHa y cBepukoB poga Gryllus B CesepHoii
Awmepuke (Harrison and Bogdanovicz 1997: 503;
Ross and Harrison 2002: 2309); GaGouek poza
Heliconius B dxBazmope (Jiggins et al. 1997: 499, Fig.
3). BuMonaTbHON MOYKHO CUMTATH CUTYAIUIO B 30HE
CUMIIATPUYECKON THOPUAM3AIIMY MEKIY MUAUSMU
Muytilus edulis n Mytilus galloprovincialis B [leBore u
KopHysiie Ha 1oro-3amnaje AHTJIMH, T7ie TUOPUIBI CO-
craBsia 5.4% u 2.1% coorserctsenHo (Skibinski et
al. 1978: 363), a Tak:Ke Ha aTJIAHTHYECKOM IIOOEPEKDE
toro-3anana Esporsr (Bierne et al. 2003: 454 u 456,
Fig. 5). Cxonmblii coryyaii HafileH MKy TPUTOHAMU
Triturus cristatus u Triturus marmoratus Bo OpaHiyn
puMepHo ¢ 4% rubpuzos (Arntzen et al. 2009: 1191,
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Table 3). Y3kue rubpugHbie 30HBI MEKLY <XPOMO-
COMHBIMM BUIAMU» TIAJIECTUHCKOTO CJIETBIIIR, Spalax
ehrenbergi MaioT TIOCKYIO WM YHUMOAAIBHYIO Kap-
tury (Nevo and Bar-El 1977, Table 1). UsBecTHbI
Takke ¥ apyrue mpumepbl (cM. Jiggins and Mallet
2000: 251-253).

[Momo6GHBIE CUTYAIIMY MOTYT GBITH MOJIYYEHBI U TIO
(beHOTHIUYECKUM TPU3HAKAM, HAIPHMED, IO OKpa-
CK€ WU TIPOIIOPIUSIM TeJa, B TOM YHCJIE C TIOMOIIBIO
TaK HAa3bIBAEMOTO TUOPUAHOTO WHAEKCA (HATIPHMED,
Hovanitz 1943: 49; Schueler and Rising 1976: 284;
Johnson and Johnson 1985: 8).* Onnako B Takux
CJIydasix BO3HHMKaeT MpolJieMa afeKBaTHOM MIEHTH-
(ukanuu Kaxmoit ocodbu (cm. npumedanue 9). Tak,
aHaJTN3 TeHETUYECKU OIPENETEHHOTO MaTepuaa Imo
kBakiam Hyla cinerea v Hyla gratiosa, xopomio pas-
JIMYMMBIM BHEINHE, TIOKa3aJl, YTO HA OCHOBE TOJBKO
Mopdosorndeckux mpusHakoB 50—56% 6eKKpoccoB
u 17% F, He oT/mmunTsb OT poxuTerteit, a 27% Gekkpoc-
co or F, (Lamb and Avise 1987: 162). ITomaraior
TaKXe, 4TO WCIOJb30BaHWE THOPHIHOTO HHIEKCA
TNPUBOAUT K 3HAYUTEIBbHON TOTepe WH(POpMAIK
(Jiggins and Mallet 2000: 251).

PaccmarprBaeMble KaTeETOPUU 30H HE SIBJISIIOTCSI
3aCTHIBITMMU, U MEXIY HUMH B IIPUPOJE BCTpeya-
10TCST PA3IMIHbIE TPOMEKYTOUHBIE BADUAHTHI JaXe
B MIPeZIeJIaX OHOM ¥ TO¥ JKe Tapbl THOPUAUZUPYIO-
KX BUIOB, 4TO OBLIO O6HAPYKEHO Y PHIO, JATYIIEK,
cBepukoB u 6Ga6ouyek (Harrison and Bogdanovicz
1997: 503). Tak, mepexoz OT IIOCKOTO K OMMOIa/Ib-
HOMY PACTIPeNleJIEeHHI0 OTMEYeH y CBEPYKOB DOJIA
Allonemobius 8 CIITA (Howard and Waring 1991:
1125). OH TakXe, BEPOSITHO, CyNIECTBYET B 30HE
rubpunusanvu kBakin Hyla cinerea u Hyla gratiosa
(Anabama, CIITA), tme rubpuaBl Pa3IMYHBIX KJIAC-
coB B cymme coctaisiim 46.5% (Lamb and Avise
1986: 2527). YV :KepJsTHOK HAIIJIU IEPEXOABI OT
YHUMOJAJIbHOTO BapHUaHTa K IJIOCKOMY B X0OpBaTHU
u Kk 6umonanbHoMmy Ha Ykpaune (Yanchukov et al.
2006: 597).

ITo cocraBy KJIaCCOB F€HOTHUIIOB THOPHIIHBIE 30HBI
TaKKe MOTYT BeChbMa pa3iuyarhcs. Tak, Hampmmep,
cpenu tubpuaoB Mexmay kBakmamu Hyla cinerea n

SEcm ofvH 13 IBYX KJIAcCOB GEKKPOCCOB OyET OTCYTCTBOBATH, HAPUMED, B CJIy4Yae OIHOHAIPABIEHHON (aCHMMETPIY-
HOI ) HHTPOTPECCUM F€HOB (CM. HIXKE), TO CTPYKTypa ruOPUAHO 30HbI (POPMAJIBHO TOKE OyIET BBIIJISAETh YHUMOIAIbHOIL.
OHAKO 0YEBHU/HO, YTO TAKAS YHUMOIATHHOCT OTIMIAETCS OT 06CYKIAEMOi, ¥ TOATOMY JIyUIile H30eraTh OT IPUMEHEHMsT

9TOro TEpMHUHA K HOZ[O6HI>IM CUTyallusAM.

“TuGpuAHBII HHIEKC IPU3HAKOB BIIEPBBIE ObLI UCIIOJIb30BaH aMePUKaHCKUM GoTanukoM Darapom Axgepcorom (Anderson

1936: 505).
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Fig. 8. Unimodal, bimodal (A), and flat (B) and hybrid (B) zones.

Hyla gratiosa na F, npumiocs 6.5%, Ha GeKKpOCCHI
19.0 u 17.4% coOTBeTCTBEHHO, a Ha OoJiee MIO3THUE
nokosenus 3.6% (Lamb and Avise 1986: 2527, Table
1). B ruGpuzaHoii 30He Mexay 6aboukamu Heliconius
erato n Heliconius himera thOpUABI COCTABJISAIN
10% Bcex ocobeii, U3 HUX OKOJIO MOIOBUHEI ObLmn F
(Jiggins and Mallet 2000: 251). B ocratouHoii TH-
GpuIHOM 30He MeXIy TpuToHaMu Triturus cristatus v
Triturus dobrogicus B 3axapnaTbe YKpauHbl OCHOBHAS
1ot cpety THOPU/IOB NPHUILIAch Ha G6eKKkpocchl B, u
B,, ru6puzs! F, 661111 HalileHb! TOIBKO B ABYX HOILY-
nAnuax, a F, uckmountensuo peaku (JIutBuHuyk
Bopxkun 2009: 159). [ToMmumo C10KHOCTEH € UIEHTH-
(ukarmeit reHOTUIOB, Ha X COCTaB U PaCIpeseie-
HUe MOTYT BJIUSITh 9HJIOTEHHBIN M 9K30T€HHBIH (Cpe-
ZIOBOI ) 0TGOP, a TAKJKE aCCOPTATHBHOE CKPEIHBAHUE,
KOTOPBIE CIIOCOOHBI YMEHBILIATH OOIIEe TEHETUYECKOE
pasHooGpasue B rubpuaHbix momyssamusx (Rieseberg
and Linder 1999: 367).

[penmosnaraior, 4T0 YHMUMOJAAIBHOE pacIpere-
JIeHUe TEHOTUITUYECKUX KJIACCOB B TUOPUIHOM 30HE
yKa3bIBaeT Ha MPEUMYIIECTBO TUOPUIOB B IPOMEXKY-
TOYHO# 30HE MEXKIY POAUTEISIMU 1, COOTBETCTBEHHO,
or6op B ux noab3y (Green 1983: 39). BumopanbHyo
CTPYKTYPY, KOTOPYIO CYUTAIOT TUIMYHON IJIs TH-
6punnbix 30H (Harrison and Bogdanovicz 1997: 503),
CBSI3BIBAIOT C CHJIHBIM OTOOPOM IIPOTUB IMOPHIOB
TIEPBOTO TIOKOJIEHUSI /WM C ACCOPTATUBHBIM CKpe-
mmBanueM. Jlaxke mpu ciaydyaiHOM CIaPUBAHUM MO-

JKeT TPOUCXOIUTHh aCCOPTATUBHOE OILIONOTBOPEHME
(pacmosHaBaHUe TaMeT), KaK 9TO ObLIO BBISCHEHO Y
cBepukoB popa Allonemobius. B ciyyae Mo3am4HBIX
30H aCCOPTATUBHOE CKPEIINBAaHNE MOKET Pa3BUBATh-
cs B KayecTBe II060YHOTrO 3¢deKra MpUBI3aHHOCTH
rUGPUANUPYIONIMX BUIOB K PA3HBIM MECTOOOUTAHY-
SIM, JTaKe eCJTM BHYTPU KX IOTO M3 THX MECTOOOUTA-
HUIi criapuBaHust GyyT UMETh CIyYaiHBIN XapaKTep.
I10T a(pdekT OymeT HE TOJIHKO YMEHBIIATh MOTOK
T€HOB MEXIY TONyJSAIUSMU U TIOHIKATh YPOBEHb
PEKOMOMHAIIMH, HO U CHOCOOCTBOBATH afanTaIliK K
pasubiM HumaMm (MacCallum et al. 1998: 228). Ox-
HaKo, COIJIACHO HeKOTOpbiM MozensM (IpaboBckuii
1995: 307), moBbIlIEHHE aCCOPTATUBHOCTHU CIIAPHBa-
HUS HUKAK He MOXET CJIY>KUTh MEXaHU3MOM DeIIpo-
IYKTUBHOHM H3OJISINH, KaK 3TO IIPEJCTaBISETCS B
KJIACCHYECKHX paboTax.

Taxum 06pazoM, OMMOIAIBHOCTH 30HBI BO MHOTOM
00yCJIOBJ/IEHA CUJIBHOM IIPE3UTOTUYECKON H3O0JISIIHU-
eit. TlocTaurornueckue Gapbepbl CXOAHBI KaK B YHHU-,
Tak ¥ GuMoabHBIX 30HaX (Jiggins and Mallet 2000:
252). PasBuTue GUMONAIBHON CTPYKTYPhI CBSI3aHO
C AU3PYNTUBHBIM OTGOPOM, TI0 KpaiiHell Mepe, IO
(heHOTUTIMYECKUM TIPH3HAKAM, KOTOPBIH MOXKET OBITh
nBosikuM (Gay et al. 2008: 2802). Cuwmraercs, uto
HK30TE€HHBIA OTOOP, KOTJa MPUCIOCOBIEHHOCTD 3a-
BHUCHT OT yCJIOBUH OOUTAHMS, B COYETAHNUH C aCCOPTa-
TUBHBIM CKDEIIBaHUEM SIBJISIETCS TTIaBHBIM (DaKTO-
POM, 00€eCTIEUNBAIONINM CTAOMIBHOCTD OMMOLATBHON

SYIX omnpejienieHie MOXKET GBITh 3aTPYIHUTEIBHO JaKe TIPU MCIIOJIb30BAaHUY FT€HETHYECKUX MAaPKEPOB. MareMaTH4ecKu 11o-
Ka3aHO, YTO JI/Ist OTTPAHUYEHNs [ePBBIX ABYX nokosenuit (F,, B,) u oTnanenHsIx 6ekkpocccos (B, ;) OT YMCTBIX POAUTENBCKUX
ocobeli COOTBETCTBEHHO TpeGyeTcst OT HeCKOMbKUX 0 70 HesaBrcuMbIx JToKycoB (Boecklen and Howard 1997: 2615).
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30HBI, TOTZIA KaK SHAOTE€HHBIH OTOOD, CBA3AHHBIN C
HECOBMECTUMOCTHIO TEHOMOB, BO MHOTHX CJy4asx
WUTPAET MEHBIILYIO POJIb.

C aK30TeHHBIM 0TOOPOM CBSI3aHA OHOTOMTMYECKAsT
aflanTalys, a SHIOTEHHBI 0TO0P MOXKET OBITH 06-
YCJIOBJIEH QJJIOTIATPUYECKOW peopraHu3anuei re-
HOMOB, 3(p(heKTOM OCHOBATENS WM TLIEHOTPOITHBIM
a(dekToM, 3aBUCUMBIM OT AJANTUBHON 3BOJIIOIUN
npyrux npusHakos (Jiggins and Mallet 2000: 254).
Jlio6ombiTHO, uTO 06a THa 0TOOpa AAI0T HEpas3/iu-
yrMble (HOPMBI KJIWHATBHONW THMOPHIHOW 30HBI KaK
B OJIHO-, TAK U B MHOTOJIOKycHBIX Mozensx (Kruuk
et al. 1999a: 1968). OxHako, IO CIIpaBeAIMBOMY
samedannio (Futuyma and Shapiro 1995: 225), He-
KOTOpBIE TUOPUIHBIE 30HBI MOTYT TIOJIEPKUBATHCS
KOMOUMHAITMEN HK30- U SHAOTEHHOTO 0TOOpa, KaK, Ha-
TIprMep, B CIy4yae ¢ MO3auyHOM 30HOI CBEPUYKOB po/ia
Gryllus. O6e popmbl 0TO0pa PabOTAIOT U B THOPUI-
HOU 30HE EBPOMEHCKHUX JKEPJSTHOK, TZe JOKa3aHa
affanTaus 060X BUOB K PA3HBIM YCIOBUSIM CPEIBI
¥ OJTHOBPEMEHHO THOpHUAHASA AUChYHKIH. [ToaTOMY
IIPUIUCHIBATH UCKITIOYUTEIBHYIO POJIb TOJBKO 9K30-
WM TOJBKO SHAOTEHHOMY OTOOPY OBLIO ObI SIBHBIM
ymporrenrem (Kruuk et al. 1999a: 1968).

YHUMOIAIBHOCTD 30HBI, T.€. GOJBITOE KOJIHNYe-
CTBO TUOPHUIOB, CBA3BIBAIOT C HEJABHUM BTOPUYHBIM
KOHTAKTOM BHIOB, 32 KOTOPBIM CJEAYET UX GBICTPOE
nepeMeIuBate U 06pa3oBaHue eIUHON TTAaHMUKTH-
YECKOW TIOMYJISIIUKA UIN «THOPUIHOTO CKOILJIEHUS>
(Gyllenstein et al. 1985: 911; Echelle and Connor
1989: 725; Harrison and Bogdanovicz 1997: 503).
JIt0GOMBITHEIE CBEEHNS] OBLIN TIOMYYEHBI TIPU W3-
y4YeHUr r’MOPHUIHON 30HBI MEXK/LY CEPOii U YEPHOH BO-
poramu B Cubupu (Baunos u Kprokos 1992: 1085).
Cyns mo gone aBHbIX rubpuzos (33%) B LeHTpe
30HBI, B I[EJIOM 3TOT YYaCTOK MOXKET OTHOCHUTBHCSI K
«TUTOCKOM» KaTeropuu 30H, Mepexofsmeil K 6umo-
JNAJIBHOCTH K KPasiM 30HBL. JTO IMOATBEPKIAETCS U
OOHApYKEHWEM aCCOPTATUBHOCTH CKPEIIUBAHWS,
o6HapyKeHHOM B eHTpe 30HHI (. 1086).

ITosaraiot, 4TO TIEPEXO]] OCYINECTBIISIETCS OT YHU-
MOJIAJIBHOM 30HBI Y4epe3 IJIOCKYI0 K GUMOIAJIbHOM,
Pa3BHUTHE KOTOPOI MOXKET O3HAYATh YCUIEHUE MeXa-
HU3MOB PENPOAYKTUBHOMN M30JISIIIUU MEXKY BUAAMU
(Jiggins and Mallet 2000: 254). OxgHako, Ha HaIn
B3IJIsIMT, GUMOIATIBHOE PACIIPEeSIEHIE MOYKET OBITH U
MIEPBUYHBIM B T€X CJIy4asix, KOT/[a B 30HE BTOPUYHOTO
KOHTAaKTa BCTPEYAIOTCS OBIBINUE AJIOMATPHYECKUE
BUJIBI C YK€ PA3BUTHIMHU, HO HETIOJTHOCTHIO, H30JIUPY-
fomumu Mexanusmamu. CoryyaitHasi THOpUAM3aNus

113

MEeXy BHIAMU JaCT CTPOTYIO OMMOAATBHYIO KapTH-
Hy ¢ HeGOJIBIION A0JIEH TIPOMEKYTOUHBIX THOPHUIOB.
Opnako manmpHelinee pa3MbIBaHUE STUX MEXaHU3MOB
U yCcuJIeHWe THOPHIM3AINYA MOKET TIPUBECTH YEPE3
IIJIOCKYI0 30HY K BO3HUKHOBEHWIO YHUMOIAJIbHOU
rUOPUIHON 30HBL

B mosib3y BBICKa3aHHOTO HAMU MHEHUS MOXKET
CBUZIETEILCTBOBATh ¥  HEBBIPAXKEHHOCTh  CBSI3U
MEXIy KaTeropueil 30Hbl U YPOBHEM TeHETHYECKOU
nuBeprentuu (D) mexay Bumamu. Tak, yHUMOAQITb-
Hasi THOPUHAS 30HA U3BECTHA B TOM YHCJIE U Y TIAp
BHUJIOB C BBICOKMM 3HadeHueM D, . U 3aMETHBIMU
PasIMYMSIMU 10 PasHbIM TPU3HAKAM, a OUMOJAIb-
Has — ¢ HeGOMbIIUM 3HayeHueM D, . ¥ He3HAYUTeIb-
HBIME MOpdosiorndeckuMu oTamumsamu (Jiggins and
Mallet 2000: 253). Bosiee Toro, y xepasHok Bombina
bombina u Bombina variegata co cpegpum D, =
0.37-0.59 Ha pasHBIX yYacTKaX TMOPHAHON 30HBI
MOJKHO BCTPETUTD BCE TPU KATETOPUU: YHU-, IITIOCKYIO
u 6umoganbHyio (cM. Szymura 1993: 280, 283 u 285;
Yanchukov et al. 2006: 597).

bunarepanbHas 1 acHMMeTPHUYHASI HHTPOTPECCHS

PaccMOTpeHHYIO BbIlle YHU- U OUMOIAJIBHYIO
CTPYKTYpY THUODUAHBIX 30H HE CJEAyeT IyTaTh C
JIBYMsI BapHaHTaMKU MHTPOTPECCHM TEHOB, KOTOPBIE
K HACTOSIIIIEMY BPEMEHHM YK€ HEIJIOXO u3ydeHsl. Vc-
MOJIb30BaHKME MOJIEKYJISIPHBIX MapKepoB IOKA3ajIo,
YTO WHTPOTPECCUBHAS THOPUAM3AIMUSA MOXKET OCY-
IIECTBIATHCSA KaK B CTOPOHY OGOMX POAMTENBCKUX
BU/IOB, YTO TIOJyYMJIO HA3BAHWE OBYHANPAGLEHHOU
(bidirectional), 6uramepanvroi wiv cummempuunot
MUHTPOTPECCUH, TAK W TOJBKO OIHOTO W3 HUX, T.€.
ObITh acummempuunot. Cyzis o JIUTEPATYPe, CUMME-
TPUYHAsI KHTPOTPECCUST BCTPEYAETCS PEXKeE, XOTSI OHA
OIKCAHA Y Pa3HBIX JKUBOTHBIX, HATIPUMED, Y TIAPa3H-
truueckux uepseit (Huyse et al. 2009: 4), apozodut
(Powell 1983: 494), pbi6 (Smith 1992, Table 1; Esa
et al. 2000: 335; Shaddick et al. 2011: 1223), TpuTo-
HoB (Maletzky et al. 2008: 12) u MuekonUTAIOIINX
(Chavez et al. 2011: 3359).

AcvMMeTprYHAs MHTPOTPECCHUS TIPOMCXOMIUT, TO-
BUIMMOMY, Yallle ¥ 3aPETUCTPUPOBAHA ¥ PA3TUIHBIX
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 cuMmaTpuum MOPCKHX OKyHeil Sebastes
fasciatus u Sebastes mentella 6bina obOHapyKeHa
WHTPOTPECCHsI TEHOB B OOOWX HAMPABJIEHWSX, Of-
HAKO KOJIMYECTBEHHO Mpeobasana WHOUIBTPAIUs
TeHOB OT TepBoro Buaa Ko Btopomy (Roques et
al. 2001: 161). Takas e curyarus OOHapy’KeHa
y Gabouek poma Pontia (Porter et al. 1997: 1569).
Cpemn  apBMHOBCKHX BBIODKOB HMHTPOTPECCHS
MUKDOCATEJUIUTHBIX TeHOB OT Geospiza fortis B TeHOM
Geospiza scandens Oblia B Tpy pasza OOJIBIIE, YEM B
obparaoM Hampasiaenuu (Grant et al. 2004: 1595).
VY moseBBIX CBEPYKOB MHTPOTPECCHUS SIAEPHBIX TEHOB
maa B 000MX HAMpPaBIEHUAX, TOTAA KaK MEPEHOC
mutoxonapuansioit JHK Obl1 acMMMeTpHYHBIM:
ot Gryllus pennsylvanicus ¥ Gryllus firmus (Harrison
and Bogdanowicz 1997: 501-502; Ross and Harrison
2002: 2309). Biuskas cuTyanus Oblia OOHApYKeHa
B 30He TMOPHU/IM3AIMK IBYX BUIOB MaKaK Ha OCTPOBE
Cymnasecu (Evans et al. 2001: 1698).

AcvMMeTpUYHasT WHTPOTPECCUsI Yepe3 THUOpHUi-
HYI0O 30HY OTPaXkaeT aCHMMMETPHMIO IOTOKA TEeHOB
MEXIy TIOTYJISIIUAMI POIUTENBCKUX BUIOB, KOTOPAs
B CBOIO OYepe/lb 3aBUCUT OT aCUMMETPUN Gapbepos,
TO3BOJISIIONINX Te€HaM GOJIbIE PACITPOCTPAHSATHCS
B OIHOM HaIpaBJIEHUW, HEKeJIW B ApyroM. Tak, Ha-
nprMep, Gapbep [JIsi MHTPOTPECCHU T€HOB B CTOPOHY
KpacHOOpIoxoii kepisguku (Bombina bombina)
3aMETHO CHUJIbHEE, YeM B CTOPOHY JPYrOro BHIA,
Bombina variegata, npu4éM IS PasHBIX GEIKOBBIX
JIOKyCOB OH pasiudeH (Szymura and Barton 1991,
Table 4). Teopernyecku acMMETPHsI MOXET OBITH
06yCJIOB/IeHA Pa3JUYMSIMUA B IIPUCITIOCOOIEHHOCTH,
CTPYKTYPE TIOMYJISAIMY WK CABUTOM KianHb! (Barton
and Hewitt 1985: 120). Crenenb aCUMMETPHYHOCTH
MOJKET BapbUPOBaTh TeOrpapUUecKu, Aaxke MEHSsS
CBOE HampaBJIeHWE Ha TPOTUBOIOJIOXKHOE. Tak, B
TEKyIIMX Ha BOCTOK PeKax MEepeHOC MUTOXOHIPH-
anproi JIHK cpexu kaproBbix pei0 mén ot Luxilus
(panee Notropis) chrysocephalus x Luxilus cornutus, a
B PeKax, TEKyIIuX Ha 3amaz, Haobopor (Dowling et al.
1989: 630, 1997: 1581).

AcvMMeTprYHasE MHTPOTPECCHS] MOXKET 00bsC-
HSATHCS PA3JIMIHBIMU TPUYMHAMU: aCHMMETPUYHBIM
or6opoM (pasHasi BBIKUBAEMOCTh THOPHUIOB OT pas-
HBIX HANpaBJeHUI CKpemmBaHWii — Arntzen et al.
2009: 1198), pasHoii unciaenHocTbio Bua0B (Dowling
et al. 1989: 630; Perry et al. 2001b: 1160), noBexeHu-

JLA. Bopkun u C.H. JIutBunuyk

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), ocobeHHOCTSIMU HCTO-
pudeckoro paccenenus BugoB (Dowling and Hoeh
1991: 952, 1997: 1581). Hampumep, acuMMeTprYHasT
MHTPOTPECCUs Y BYX BUIOB CBEPYKOB B TUOPHIHON
30He COBIIAJIA C ACUMMETPHEN Pe3yIbTaToB Jabopa-
TOPHBIX CKPEIIUBAHUI STUX BUAOB, KOTAA CKPEIIH-
Banue 9 Gryllus pennsylvanicus X & Gryllus firmus
JIaBAJIO KU3HECTIOCOOHOE M (PePTUIHLHOE TOTOMCTBO,
a perunpoknoe Her (Harrison and Rand 1989: 118;
Rand and Harrison 1989: 447). OHa Tak:ke cBsi3aHa ¢
aCUMMETPUYHOUM CHCTEMOU CIAPUBAHUS Yy KPEBETOK
(Garcia and Davis 1994: 386), ceBepoaMepUKaHCKUX
6ypyHaykos (Good et al. 2003: 1910), mexmy eBpo-
IecKoi HOpPKOH u jiecHbIM xopbkoM (Cabria et al.
2011: 1186). OgHako W3BECTHBI CIyYau, KOT/A CKpe-
IUBAHUSA MEXKIY BUAAMM HMPOUCXOIAT B 000MX Ha-
MIPaBJIEHUSTX, HO WHTPOTPECCHSI TEHOB aCHMMETPUYHA
(Vollmer and Palumbi 2002: 2024). JIxoGOMBITHBIA
dakT 6bUT OOHAPYKEH IIPU MAPA3UTOJOTHIECKOM
o6ceoBaHuU THOPUIHON 30HBI MEKIY KaPIOBBIMU
poibamu Ha fore Dpanrun. Okasanoch, YTO BCTpe-
YaeMOCTh TeJbMUHTOB COBMAJAET C HATPABJIEHUEM
aACHMMMETPUYHON MHTporpeccun y atux poi6 (Moulia
1999: 394).

Hepenko cyiecTByeT ompeneséHHasi pasHUIA
B Pe3yJIbTaTaX, MOJYYEHHBIX C MOMOIIBIO SIIEPHBIX
u muToxoHapuaibubix TeHoB (Ferris et al. 1983:
2293; Dowling et al. 1989: 629; Shaw 2002: 16127;
Gompert et al. 2008: 5240). Hanpumep, B 30He CUM-
HaTpuK BUAOB-ABOUHUKOB Drosophila pseudoobscura
u Drosophila persimilis cyiecTByeT HHTPOIPeCCHUsI
MUTOXOH/IPUAIBHBIX TEHOB, HO He saepHbix (Powell
1983: 494). Takas e curyaluss oOHapyKeHa y 3a-
e Ha [lupenetickom momyoctpoe (Alves et al.
2008: 2834). 910 06yCIOBIEHO TEM, YTO MUTOXOH-
npuanbHasd [[HK 3HaunTepHO JIeTye mepenaércs ve-
pe3 BUIOBbIE TPAHMITHI OJIaroapsi CBOEMY MaTEPUH-
CKOMY HACJIEZIOBAHWIO ¥ OTCYTCTBUIO PEKOMOMHAIINH.
VuTporpeccust SIEPHBIX TEHOB MOKET TIPUBOAUTH K
6oJiee CYpPOBBIM TOCJENCTBUSIM, TTOCKONBKY UyKHUe
KOJMPYIOIIHE TeHBI MOTYT TIPSAMO BJIMSITH Ha MOP(dO-
JIOTUYECKUE W DKOJIOTUUECKHE OCOOEHHOCTH 0Cobei,
1, COOTBETCTBEHHO, 0TOOP GyIET CTPOTO IEWCTBOBATD
MPOTHB HUX B GekKpoccax. Tem He MeHee 6b1IM 0OHA-
PYKEHBI CITy4al WHTPOTPECCUU SIAEPHBIX TEHOB MPU
OTCyTCTBUH (M HE3HAUYUTETHHOCTH ) HHTPOTPECCUH
m1/IHK (Di Candia and Routman 2007: 573).
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JIt060TBITHASI CHCTeMAa JBOMHOTO HACJEeMIOBAHUS
Mt/THK Obita obHapyseHa y CHETOOHBIX MU
(Riginos et al. 2004: 2438). BbIsACHUIOCH, YTO y HUX
€CTh JIBA MUTOTHUIIA, KOTOPbIE HACJIELYIOTCS IO MaTe-
PUHCKOH WU OTHOBCKOH jinHuU. CaMKu cozepskar
tosibko camounmii tun (F-mtDNA), a cammbr kak
3TOT, Tak U caMioBbiil Tun (M-mtDNA). B Hekoro-
PBIX TUOPUAHBIX 30HAX TPOUCXOAUT ACUMMETPUYHAS
untporpeccust F-mtDNA Mytilus edulis 8 Mytilus
galloprovincialis u Mytilus trossulus, Ho acumMMeTpuy-
HoM mHTporpeccur M-mtDNA He Habmomaercs, a
IIPU CKPEIIVBAaHUU IIEePBBIX ABYX BuZoB M-mtDNA
ot Mytilus edulis TACTIPOTIOPIIMOHATIEHO STUMUAHUPY-
ercsa (Riginos et al. 2004: 2448—-2449).

TepMUHATBHBIM TIPOSIBJIEHUEM AaCHMMETPUYHOIM
WHTPOTPECCUU CJIEYET CUMTATh TaK Ha3BIBAEMYIO
noziomumenviy0 TUOPUAUZAIMIO, KOTAA MUTO-
XOH/IDUATPHBI TEHOM OHOTO BHA IOJHOCTHIO
3aMeIAeTCs] TEHOMOM IPYTOro, TIPH 3TOM IEPBbIit
BUJl COXPaHSET CBOIO MIEHTHUYHOCTb MO BHEIIHUM
U SiZIEPDHBIM Tpu3HakaM. Takue ciaydau uKcaIu
gyxoin MTJHK wusBectubr cpemu poi6 (Dowling
and Hoeh 1991: 954; Dowling and DeMarais 1993:
444; Wilson and Bernatchez 1998: 130; Gerber et
al. 2001: 2032), rpuronos (Babik et al. 2005), mTui
(Gill 1997: 523; Py6mos 2010: 267 u 269) u mie-
konuratomux (Ferris et al. 1983: 2292). O6sruto
OHU OOBSACHSIOTCS WHTEHCUBHON MHTPOIPECCUBHOM
rubpuausanyvieidl UM HCTOPUYECKUMH OCOOEHHO-
CTSIMM PaCCEIEHUS BUA0B HEOOIBITUMMY TIOMYJISAIIM-
SIMM CMENIaHHOTO TpoucxoxaeHus. [IpemmoskeHst
Ba MexaHMW3Ma 3amMcTBoBaHus uyxkoir MT/JHK
(Py6uos 2010: 267). IIpu Tak HasbIBAaEMOM Mu-
MoxoHOpuanvHom  (CeeKMUGHOM)  NOOMEMAaHuy
ONpeNeIEHHBI ~ MUTOXOH/APUAJIBHBIN  TaIlJIOTHIL,
o6maasi CeNEeKTUBHBIM IPEUMYIIECTBOM, OBICTPO
PaCIpPOCTPAHSIETCS TI0 apeajly CBOETO BUIA M YEPE3
ruOpUAN3AIMIO BHEAPSETCA B OJIM3KOPOACTBEHHBIN
Buz. B ciyuae sxcnancuu nepedosozo kpas ayxas
MT/ITHK yepes rubpuansaIinio ¢ ApyruM BUAOM TI0-
HajiaeT mocJje GBICTPOrO PACHIMPEHHUS €T0 apeaia B
nepudepryecKie TOMO3UTOTH3NPOBAHHbBIE pa3pe-
JKEHHBIE TOTYJISAIUN.
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Cremyer, 0IHAKO, OTMETUTD, UTO THOPUAU3AIUS
BUJIOB HE BCErJa CONPOBOXKIAETCS WHTPOTPECCUER
TE€HOB B DPOAUTENBCKUE MOIYJSIIUAN 32 IMPeIeIaMu
ruGpuaHoi 30ubI (Hampumep, Patton 1973: 580; Sage
and Selander 1980: 1081).

Mexauuambl popMUpoOBaHUS
U NO/IeP KaHus THOPHIHON 30HBI

Jlosiroe BpeMsi CYMTANIOCh, YTO TMOPUIHBIE 30HBI
BECbMa HEJIOJTOBEYHbI, d(heMepHbI ¥ HeM30eKHO
JIOJIKHBI 3aKOHUUTHCS VJIU CIVSTHUEM TUOPUAU3U-
PYIOIIUX BUIOB, UK YCOBEPIIEHCTBOBAHUEM PETPO-
TYKTUBHOU M30JSAIMYN MEXIYy HUMU. Takoil B3TJISIA
TOJIyYWJ Ha3BaHWE THUIIOTE3BI IPEMEPHOU 30HbL,
ephemeral-zone hypothesis (Moore 1977: 263). Ox-
Hako yxe J. Maiip (1968: 304) mpusHam, 4To «<..>
CYIIIEeCTBYET ellle ¥ TPeThs ajlbTepHaThBay. JleiicTBu-
TEJIbHO, OTPOMHOE YHUCIO (DAKTOB MOKA3BIBAET, UTO
rUGPUIHBIE 30HBI MOTYT OBITH BEChMa CTAOUIbHBIMU
U CYIIECTBOBATh JIJINTEJIbHOE BpeMsi. BO3HUKHO-
BeHHe MHOTUX u3 HuX (10 37%), TO-BUAMMOMY,
CBSI32HO C COOBITHSIMY TIOCJIENIETHUKOBOTO TIEPHOIA
(Remington 1968: 329; Barton and Hewitt 1985:
133; Hewitt 1989: 91, 1999: 105), xorst ecTh u
6osiee mMosozpie, mopsinka 50—-200 ser (Hauffle and
Searle 1994: 1388; Patton 1973: 581; Hafner et al.
1998: 278) u BBI3BaHHBIE NEATETHHOCTHIO YEIOBE-
ka (Hewitt 1989, Table 4). Tak, ruGpuaHas 30Ha
MEKY JKepJIsTHKaMu 0KoJio KpakoBa, mo-BHINMOMY,
cymectByer mopsinka 2300-3000 mokosieHui, T.e.
okos10 8000—9000 ner (Szymura and Barton 1986:
1146), mexmy sxabamu Bufo americanus w Bufo
hemiophrys 8 Manutobe, Kanana oxoso 8000 ser Ha
mporspkenun 4000 mokomenuii (Green 1983: 38), y
6abouek Heliconius melpomene 8 Cypuname 2000 mo-
kosterwnii (Turner 1971: 480)7. K mociesie THUKOBBIM
COOBITHSIM OTHOCAT WM (HOPMUPOBaHWE THOPHIHON
30HBI MEXy cepoil M 4€pHO BopoHamu B EBporie
(Maiip 1968: 298). BospacT y3koii mapanaTpuaeckoi
ruGPUAHON 30HBI MEXAY simieputiamu  Sceloporus
undulatus n Sceloporus woodi Bo Dnopune oreHu-

“SYIMerorasicsi TeHEHIUs KOCBEHHO OIIEHUBATH BO3PACT IUGPUIHOMN 30HBI COOBITUSIMHU JIEAHUKOBOTO MIEPUO/A MHOT/A IPU
npoBepke bakramu TaéT oceuky. Tak, yakast ruGpuaHas 30Ha MeXy AByMs noasugamu rodepa Thomomys bottae B jonuue
Puo-Ipanze B Hpio-Mekcuko Obliia nepegartuposana B 50 et (HaBoguenue 1929 r.) smecto 10 000, mpeamosaraBmmxcs
paHee 110 Mozie/u HeliTpanbHoii quddysun (Hafner et al. 1998: 278).

47 TTo muenuto aBropa (Turner 1971: 480), peusb unér 0 TMOPUAHOI 30HE MUPUHOI He Gosiee 50 KM, 06Pa30BaHHON TPEMSI
NIOJIBU/IAMH STOTO BUJIA U CYIIECTBYIOIIEH, Cy/IsI 10 INTEPATYPHBIM IaHHBIM, He MeHee 200 Jier.
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Baercst B 100 000 sier (Jackson 1973: 67). Ilporecc
rubpuausanyy y 6araMCKUX Ha3eMHBIX MOJLIIOCKOB
poza Cerion Ha oCHOBaHUY MOP(OMETPUU PAKOBUHBI
U PaJiMOyTJIEPOIHOTO aHAIM3A TIPOCIIEKEH Ha TIPOTSI-
sxernn muauMyM 13 000 ser (Goodfriend and Gould
1996: 1896).

IoueMy y3K¥e THOPUAHBIE 30HBI OCTAIOTCS CTa-
OUJIBHBIMM B TE€YEHUE JIOJITOTO BPEMEHH, OCTAETCS
Gosbmioit 3aragkoii (Maiip 1968: 304; Barton and
Hewitt 1985: 138). HakorureHue maHHBIX IPUBEO K
Pa3BUTHIO HECKOJBKUX TUTIOTE3 UM MOAENeH obpa-
30BaHUS W TIOEpPKaHusT TUOpuAHOM 30HBI (Moore
1977: 264; Moore and Buchanan 1985: 135-136;
Schwenk and Spaak 1995: 466; Kprokos 2000: 35).

1. Modenw neiimpanvnoi ougpgysuu (Endler 1977:
91-93, uut. mo: Hafner et al. 1983: 16). Tubpunnas
30HA BO3HMKAET KAaK IPOCTOE CMEIIWBAHWE Heii-
TPANBHBIX AJTeNiell B 30HE BTOPUYHOTO KOHTAKTA.
[[Tupuna kAUHBI sBJAsSETCS (GYHKIUEH CKOPOCTH
TEHHOTO TOTOKa W BPEMEHM C MOMEHTA KOHTAKTa.
XoTs HeWTpaJbHOE TepeMelnBaHie U MpeIoara-
ercs a1 psaga ciaydaes (em. Hewitt 1989, Table 1,
5; Turgeon and Bernatchez 2001: 2282%), B nesom
9Ta THMOTE3a He TONYYMsIa IMUPOKOH ToNIep:KKu,™
U 3HAYMTEJNHHO OOJIBIIYIO TOMYJISPHOCTh HaGpaju
MOJIeJIH, TIOCTPOEHHbIE Ha JeHCTBUM 0TOOPA ¥ HMITH-
PUYECKY TTOATBEPIKAEHHBIE TIPY AHAM3€E TPUPOIHBIX
CITy4aeB.

2. Modemv oOunamuueckozo pasnosecus (Moore
1977: 264). 3to — Hambosee paspaboTaHHAs], B TOM
yucye Mmatematndecku (¢ 1930-x romoB), KOHIENTIUS
MOJIyYna TakKe Ha3BaHWe OAIAHCOB0l TUIIOTE3HI.
CrabubHOCTh TUOPUAHON 30HBI OOBSACHSAETCS Oa-
JIAHCOM MeXKIy MMMUTpalveil (Aucrepcueir) poau-
TEeJbCKUX BUIOB B TAOPUAHYIO 30HY ¥ OTGOPOM IIPO-
tus ru6puznos (Bigelow 1965: 452; Maiip 1968: 304 u
417; Barton 1979a, 1979b; Barton and Hewitt 1981c:
110, 1985: 116 u 131, 1989: 498). Ilo-BuIUMOMY,
HMMEHHO 5Ta MOZIEJIb PaboTaeT B GOJIBIIMHCTBE, HO HE
BO BCEX, U3YYEHHBIX CITy4aeB, OCOOEHHO JIJIST Y3KUX
kiauH (cM. Bbime). Bo MHOTHX paGoTtax Gblaa TMOKa-
3aHa TIOHWIKEHHAs MPUCTOCOBJIEHHOCTh THOPHUIOB,
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KOTOpasi MOXKeT ObITh BhIDa)K€HA B MX ITOBBINIEHHOM
CMEPTHOCTY Ha Pa3HbIX CTAAUSAX PA3BUTHSL, OSBJIE-
HUY AHOMAJ/IUH, MOHMKEHHOW IIJIOMOBUTOCTH WJIM
crepunbHOCTH M T.7A. (3acmaBckuit 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 TMOPUAN3AIN
ObLIN BBISIBJIEHBI TIOBPEKIEHIS ITOJOBOTO aIlllapara
CaMI[OB M CaMOK, YTO BEeET K IOBBIIIEHUIO CMEpPT-
HOCTH POIMTENbCKUX 0COOEl ¥ YMEHBIIECHWIO JKC-
JIEHHOCTH THOPUIHOTO TIOTOMCTBA, T.. CUJIBHOMY
or6opy mporus ruGpuamsanmu (Sota and Kubota
1998: 1511-1512). B psazme ciaydaeB Habmogaercs
3aMeTHas BapuabebHOCTh B YPOBHE (DEPTUIIBHOCTH
(crepunbroct) tubpunos (Hewitt et al. 1987: 29;
Turner et al. 2012: 452).

Ocoboe pasBuTHE AaHHAS MOJE]b MOJIyYUIa B
BUJIE TaK HA3BIBAEMOU MOOENU 30HbL HANPSANCCHUSL
(tension zone model), Korma (pakTOpBI Cpebl HE BO-
BJIeYeHbl B HOAepKaHue ruOpuaHoii 30ub (Barton
and Hewitt 1985: 116, 1989: 498; Hewitt 1990:
1704). CusmpHBIM apryMeHTOM B TIOJIb3y 3TOH TH-
[IOTE3Bl CYMTAETCS COIJIACOBAHHOCTD KJIMHAILHOM
M3MEHYMBOCTH B PasHBIX KaTEropusx IPU3HAKOB
(MOPMOIOTUYECKHX, SAEPHBIX M MHUTOXOHIPHAJb-
HBIX T€HOB), IIOCKOJIBbKY BPS JIM IO CTOJIb Pa3HbIM
npu3HaKaM OTOOp AENCTBYeT OAMHAKOBO. Bo3Moxk-
HOCTb KOJIMYECTBEHHOM OIIEHKY M3y4aeMBbIX CIyYaeB
rUOPUAU3AIMHY TI0 JAHHOU MOJEJH C TIOMOIIBIO Psiaa
mapameTpoB (mupwHa U (HOpMa KJIUHBI, CKOPOCTb
paccejieHus, IaBjaeHne 0T6opa, YUCIO JOKYCOB, He-
PaBHOBECHE 10 CIETJIEHHIO U T.JI.) CAEIAIHN €€ BeChMa
MPUBJIEKATETLHON M MIMPOKO U3BECTHOM (HATIpHMED,
Alexandrino et al. 2005: 1336).

TeMm He MeHee OHa IOIBEPIJIACh KPUTHUKE 32 HECO-
OTBETCTBUE Py cuTyaluii B mpupoje (Moore 1977:
267; Moore and Buchanan 1985: 146; Woodruff
1989: 292; Howard et al. 2003: 303; Gompert et al.

8CJreyer MMeTb BBUILY, UTO B IAHHO# paboTe peub UAET 06 MHTEPTPAIAIINY ABYX JIEIHUKOBBIX pac cura Aprenu (Coregonus
artedi), OlleHUBaeMOM 110 MUKPOCATEJLIMTHBIM JIOKYCaM, & He O MEXKBUIOBON rHOPUAN3AIINN.

9 JTro6GOMBITHBIN IPUMED IE€HCTBEHHOCTH 3TOM MOIEX ObLI MOJIyYeH PU U3yYeHUU TUOPUAHOI 30HBI MEXKIY IPEBECHBIMU
cnaBkamu pona Dendroica, mpeniionaraeMbiii Bo3pacT Kotopoii paBet 7500 siet mo Hamei apsi (Barrowclough 1980: 663).
IITupuHa 30HbI, IPeACKa3aHHAsI, UCXOMIS U3 TPOCTOi Anddy3un aaanTUBHO HEUTPATbHBIX AJIIENEH, TIOYTH TOYHO COBITAIA
C peasbHOM. ITO, B YACTHOCTH, YKA3bIBAET HA TO, YTO MHTPOTPECCHSI TEHOB MOKET ObITh OYEHb MEJIEHHBIM IPOIECCOM

(Moore and Buchanan 1985: 147). Ho cm. cHocKy 46!
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2010: 3186). M3Becten coy4ail KIuHAIBHOU (CHT-
MOUIHOM) TUOPUIHON 30HBL, HO 6e3 0TOOpa MPOTHUB
ru6punos (Kpiokos u Baunos 1989: 133; Bautos u
ap. 1993: 103). Cam oT60p IPOTUB THOPUAOB MOXKET
OBITh JBOSIKUM: 9HOOZEHHbIM, UTO CBSI3aHO C TI0-
HVKEHUEM JKM3HECIIOCOOHOCTH TETEPO3UTOT M3-32
CMEIIEeHUST KOQIaTHPOBAHHBIX TEHOMOB POIUTENEN,
U 9K302eHHbIM, ITO OOYCIOBJIEHO afanTaiueil pou-
TEJBCKUX BUOB K PAa3HbIM 9KOJOTMYECKUM YCJIO-
BHUSIM ¥, COOTBETCTBEHHO, MEHBIIEH alallTUBHOCTHIO
ru6punos (Kpiokos 2000: 35). Kpome Toro, He Bcer-
112 TUOPU/BI IEMOHCTPUPYIOT OHUKEHHYIO KU3HE-
CII0COGHOCTD ¥ yMEHbIIEHHYI0 (eprusibHocTh (Bull
1979: 388; Moore and Koenig 1986: 49;% Niirnberger
et al. 1996: 1234).

3. Mooenw npesocxodcmsa 2ubpudos (Moore 1977:
264). Ponurenbckue BUABI aJaITHPOBAHBI K PA3HBIM
VCIIOBUSIM, HO THUOPHIBI WMET MPEUMYIIECTBO
mepesl HUMH B HEKOTOPBIX GHOTOTAX. JTa TUMOTE3a
6blIa paspaboTana GOTAaHUKAMU, HO 300JI0TH PaHee
eé urHopuposayu. C y4éToM TOro, uTO GOJIbIIAs TIPH-
C110co6IEHHOCTD TMOPUIOB IPUYpOYeHa K reorpadu-
YeCKW OTPAHUYEHHBIM YYaCTKaM TUODUIHOM 30HBI,
JIAHHAST KOHIIETIIHS TIOTyIM/Ia YTOYHEHHOE HA3BaHUE
«nozpanuunozo npeeocxodcmea ubpudos> (bounded
hybrid superiority — Moore and Buchanan 1985:
136; Moore and Koenig 1986: 42; Kpiokos 2000: 36).
Xotsa Yunbsam Myp npuMeHns €€ mis oObsCHEHUS
Y3KUX KITNHAJBHBIX 30H, CAMA MOJIEJb TIPUTOIHA JIJIsT
CTaOWIbHBIX TMOPUAHBIX 30H 1060 (OPMBI U pas-
Mepa (Moore 1977: 275). Ona Gbljia TakKe OTHeCEHA
K KJIacCy KJIMHAIBHBIX MOjeJed, He3aBUCUMBIX OT
paccenenusi, dispersal-independent clines (Barton
and Hewitt 1985: 116).

B orimume oT ABYX TIPENBIAYIINX, 9Ta MOJIETb B
MEePBYI0 OYepelb YYMTHIBAET BJIMSHUE DSKOJOTHYE-
CKUX (DaKTOPOB, KOTOPBIE OMPEEJISIOT MPUCIOCO-
6mennocTh THOpHAOB. COOTBETCTBEHHO, IIMPUHA
ruOpUAHON 30HBI O00YC/IOBJIEHA TIeorpaduIecKuM
PaCIPOCTPaHEHUEM TeX YCIOBUH, K KOTOPHIM THOPH-
Il GoJiee AIAITUPOBAHBI, YEM POIUTENBCKIE BUJIBL.
[losToMy He YAMBUTEIBHO, YTO MOJEIb IPEBOC-
XOJICTBA TMOPUIOB B MEPBYIO OYEPEb IPUMEHSIOT K
rUOPUIHBIM 30HAM HA CTHIKE PAsHBIX JaHAIA(TOB
(sxoronbr). OHa TaKKe MOKET paboTaTh B CIy4ae Me-
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CTOOOUTaHUH, MAPTUHAIBHBIX /IS 060MX POAUTENEH
u 1.1. (Moore 1977: 273). HecMoTpst Ha e€ TIoaepx-
Ky (mampmmep, 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
cunraior (Barton and Hewitt 1989: 498), uro nannas
MOJIENTh He MOXKeT OOBSICHUTH JJINHHbIE Y3KUe TI0-
JIOCHI TIPUMEPHO PABHOM ITUPUHBI, YTO TUITUYHO [JISI
GOJBIIMHCTBA TUOPUAHBIX 30H. [10-BUANMOMY, OHa
He IPUMEHKMMA K CJIy4asiM OTCYTCTBHS KaKOTO-ITu60
9KOJIOTUYECKOTO WM KJIMMATHYECKOTO TIEPEX0/ia B
rubpuaHoii 3oue (Rohwer and Wood 1998: 303).

4. Omobop, 6razonpusmcmeyouuiL  pasHbim
ANIEeNAM 8 PASHLIX YCAOBUAX cpedvl. VICTOKU 3TOM
Mozeu BexyT cBoé Hayano ¢ 1930-x romos, a cama
MOJIeJIb HMICTIOJIb30BAIACh [JIsI TIOCTPOEHUST TEOPUU
kiaunbl (Haldane 1948: 277), u B Hell MOXHO HaldTH
3JIEMEHTHI BCEX TPEX MPEABIAYIIUX KoHIenmit. Ot-
60p MOKET JeHCTBOBATh Ha aJIeJI HE3aBUCUMO Ha
KaXI0H CTOpPOHE TMOPHMIHONM 30HBI, IIOAAEPKUBAsI
POAUTETbCKIE TUIIBI, YTO MOKET BJIMSITH HA PacIpe-
nesenve ajeieil (1 tuOpUaI0OB) B THOPUIHON 30HE.
BapuaHTOM MO MOXKET CJIYXKHUTb THIIOTE32 KO-
Jorudeckoro rpaarenta. OHa Takske MOXKeT OBITh MO-
Jie3Ha IS OOBSCHEHNS BOSHUKHOBEHWS TUOPUIHOM
30HBI MO3aMYHOT'O THUTIA.

HecmoTpst Ha pasHbie, KOH(PIUKTYIONINE APYT C
IPYTOM MOJIEJH, TPYAHO OXKU/ATh, YTO BCE MHOTO-
obpasue TUOPHAHBIX 30H MOXHO OOBSICHUTH C
MOMOIIBI0 KaKON-TMO0 ONHON W3 TPETOKEHHBIX
koHuenuuii (cM. Hampumep, Gompert et al. 2010:
3186). Kak 6bw10 crpaBeminBo 3amedero (Futuyma
and Shapiro 1995: 225), peajibHble ¥ TEOpETHYECKHE
ruOPUIHBIE 30HBI HEPENKO CYIIECTBEHHO pa3inya-
foTcst. Hampumep, MMeeTcst Tesblil psifi KINHATBHBIX
TUGPUIHBIX 30H, IMUPUHA KOTOPBIX GOJIBIIE, YEM 3TO
MOXXHO OXKH/IaTh, MCXO/SI U3 MOJENU HeUTpaJbHON
muddbysun wim 30ub1 Hanpstkerns: (Hewitt 1990:
1711). Bo-mepBBIX, BCE MONETHN SIBJSIOTCS CBEPX-
yupomenusmu (Harrison and Rand 1989: 114).
Bo-BTOpBIX, HAJIMYME PAa3HOTO THIA THOPUAHBIX 30H
1 pasHOOOpa3ys IPOCTPAHCTBEHHON U FeHeTUYECKOM
CTPYKTYPBI Ha Pa3HbIX YIaCTKaX y OHOHN W TOM Ke
mapsl BUJOB (HAIIpUMED, y KEPJSHOK, cM. c. 108)
MOZKET CBU/IETEIECTBOBATH B TI0JIb3Y PA3HBIX IIPUUUH

CJieyer UMeTh B BUZLY, UTO JIAHHBIE ABTOPI M3YYaIu TUOPUAHYIO 30HY MEXK/LY MOABUIAMU CEBEPOAMEPHKAHCKOTO JSITIIA
Colaptes auratus auratus u Colaptes auratus cafer, pa3nuyaIUMUCS 0 5—6 PU3HAKAM OKPACKU OTIEPEHWs], KOTOPas y
rubpuI0B UMeeT poMexyTounbiii xapaktep (Moore and Koenig 1986: 43). [loaToMy B 11€7I0M He YAUBUTENBHO, YTO «TH-
GpuBl> He UMEIOT MOHMKEHHOU KU3HECTIOCOOHOCTH U (DEPTUIHLHOCTH.
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(v X KOMOMHAIVIT) BOSHUKHOBEHUS U CYIIECTBO-
Banwus 3061 (Kprokos 2000: 37).

Tak, 9K0JIOrnYecKd 00y CIOBIEHHBIE KITMHBI MOTYT
TIepeXO/INTh B 30HBI HANIPSIKEHUS WU, TI0 KpalHen
Mepe, OHU He SIBJISTIOTCS B3aMHO MCKJTIOYAIOIIIMUCS
(Hewitt 1989: 89). KiuHanbHble THOPUIHBIE 30HBL
YacTO PpACIOJIOKEHBI B pailoHaX 3KOJOTHMYECKOTO
(KTMMaTUYECKOTO, JIAHAMA(PTHOTO U T.JI.) TPajau-
enTa. OHAKO 9TO BOBCE HE O3HAYAET, YTO MMEHHO
9KOJIOTUYECKUI TPAJUEHT SIBJISIETCS MPUYUHON BO3-
HUKHOBEHUS TAKON 30HBI, U BO3MOKHBI PA3JIUYHbIE
obbsacuenns (Blackwell and Bull 1978: 23; Barton
and Hewitt 1985: 131; Harrison and Rand 1989: 14).
C apyro# CTOPOHBI, MO3aM4HbIE TUOPUIHBIE 30HBI B
3HAYUTENBHOW Mepe OOYCJIOBJIEHBI HKOJOTHIECKH-
MM Da3jIMYUsIMA THOPUAUSUPYIOMUX BUAOB (CM.
c. 105). Onu TakKe OIPOBEPraioT JOMUHHPOBABIIIEE
paHee MHEHHE, YTO BCe THOPHIHBIE 30HBI MMEIOT
KJIMHAJIBHBIN XapaKTep WM HAaXOHSATCS B YCJIOBUSIX
IpocTpaHcTBeHHOro rpaauenTa cpenbl (Harrison and
Rand 1989: 14).

OTMeyanoch Tak:Ke, YTO MATEMATUIECKUE MOJIENTT
30H HaIpsLKeHUs1 (9HAOTeHHBIN 0T6OpP) U reorpadu-
YECKOTO TPaJUEeHTa TPHCIOCOOMEHHOCTH (9K30TeH-
HBIH 0TOOP) TPENCKA3BIBAIOT CXOHBIE TATTEPHBI, a
pasJMYHbIe BapUAHTBI OTOOPA MOTYT BCTPEYATHCS
OJIHOBPEMEHHO B OJHOM M TOW JKe TMOPUIHON 30HE
(Barton and Gale 1993; uur. o: Gollmann 1996: 122;
Kruuk et al. 1999a).

IIpocTpaHcTBEHHOE IOCTOSTHCTBO
U NOJABHKHOCTh THOPH/IHOM 30HbI

[ToMIMO CTaGUIBHOCTH BO BpEMEHH, HE MEHEE UH-
TepecHa mpobJieMa MPOCTPAHCTBEHHOTO MOCTOSTHCTBA
WM OABYKHOCTU TUOPUAHBIX 30H. [Toz mocenteit
MBI OyZIeM UMETh B BUIY reorpaduuecKoe CMeIeHune
Bceli 30HBI, €€ (DpOHTA B ciyyae KIMHAIBHOM y3KOU
3oubI (Puc. 9), a He mpocTo U3MeHeHME €€ HOPMBI
(cyxenue wiu pacmupenue) 6e3 TepeMeneHus.
ITocKOMBKY MaJOBEPOSITHO, YTO TUOPUAUSUPYIONHE
BU/IBI OYYT CENEKTUBHO OJMHAKOBBI, y’Ke CAMO 9TO
daxT neaet rub6PUAHYIO 30HY IPOCTPAHCTBEHHO HE-
CTabUIIBHOIL.

ITocse o6pa3oBaHus KJIWHAJIBHON THOPUAHON
30HBI BO3MOXHBI TpU BapuaHTa eé pazsutus (Rising
1983: 150). Bo-mepBbiX, TUOPUAUUPYIONIME MO~
IyJISIUANA MOTYT HaXOOUTBCS IIOJ, OTPULIATEIbHBIM
0TO0POM, YTO IOJDKHO NMPHBECTH K MCYE3HOBEHWIO
30HBIL. BO-BTODBIX, THGPUABI MOTYT OBITH CEEKTHBHO

JLA. Bopkun u C.H. JIutBunuyk

PaBHBI C 0COOSIMY POAUTENHCKIX BUOB UJIH TIPEBOC-
XOJIUTh UX B TUOPUAHON 30He. B TakoM ciryuae MOX-
HO OKHIATh PACIIUpPEHNe, YILIOIEHE U BO3MOYKHOE
VICYE3HOBEHUE CTYIEHYaTON KJIWHBL B-TpeThux,
ruGPUBI MOTYT OBITH CEJIEKTUBHO PaBHBI MJIM Tpe-
BOCXOJIUTH POAUTEIHCKUE BUIBI B TUOPUIHON 30HE,
HO TIOZIBEPTaThCS OTPHIIATEILHOMY OTOGOPY BHE TOM
30HBL. B Takoil cuTyanuu KJIWHA I0JDKHA OBITH CTa-
OUIIBHON TIO MUPUHE U KOHMPUTYpAIUK, HO MOKET
CMemmaTbecsi reorpaduuecku. AHAIOTMYHAS KapTHHA
MOJKET OBITh U TIPU TeorpapuIecKoil M3MEHIMBOCTH
6e3 BTOPUYHOTO KOHTaKTa M THOPUAM3AINM, KOT/A
KJIMHA TOIJEP/KUBAETCS OTOOPOM M CTaOWJbHA BO
Bpemern. OIHAKO sABHAs CTaGUIBHOCTh KJIWHBI He
MOJKET caMma 10 cebe CIIYKUTh 0Ka3aTeTbCTBOM JIeii-
cTBUs 0TOOpA, IO KpaliHell Mepe, A/ IITHUII, YbE€ pe-
aJIbHOE paccesieHue MTPEBhINIAeT UMEIOIIUECS OIEHKH,
Y TI09TOMY HEBO3MOKHO OIIPEIENTHh M3MEHEHUsS B
ruGPUAHON 30He IIPU aHATU3€ HEMHOTHUX TIOKOJIEHUTA.
IToce HavaIa rUOPUAN3AIIY TAKHAE <HEUTPAIbHBIE>
30HBI MOTYT PaCUIMPSTHCS HACTOIBKO MEJIEHHO, YTO
caM 3TOT TIPOIecC CTAHOBUTCSI OYE€BUIHBIM JIUIID Ye-
pe3 MHOTYe, BO3MOXKHO, Thicssuu nokosenuit (Rising
1983: 151).

CoracHO THMNOTE3€ 30HBI HATIPSKEHUS U COOT-
BETCTBYIOIIEH MAaTEMAaTUYECKON MOJIENH, Y3Kast KJTH-
HaJIbHASI 30HA JOJDKHA CIBUTATHCSI B CTOPOHY MeHee
aIATUBHBIX WU MeHee IUIOTHBIX IOIMYJISINiA, HO
OCTaHABJIMBATHCSI TaM, T7I€ IPUCIIOCOBTIEHHOCTH 000-
VX BUJIOB OMHAKOBHI U T/l IOCTUTAETCSI PABHOBECHE
(Barton 1979: 345; Barton and Hewitt 1981c: 111,
1985: 131, 1989: 500; Hewitt 1989: 89). CaBur ru-
OPUIHOMN 30HBI B CTOPOHY OJHOTO U3 POAMTENBCKUX
BHUJIOB MOJKET BBI3BIBATHCS ACHMMETPUYHOMN THOpH-
IU3aIeil U IPyTUMU TIPUYUHAMHY, KaK-TO: aCMMe-
TPUYHASA MuUrpanus (paccejieHue) PpOIUTETbCKUX
BUJIOB, BBITECHEHUE DEIECCHBHOTO AaJljess IOMHU-
HAHTHBIM, KOHKYPEHIIMsI, THOPUAHAS IPUCTIOCOOTIEH-
HOCTh, KJIMMATHYeCKOe M3MeHeHWe TPaHWIl BUIOB,
nsMeHenne nanmmadra yemosexkoMm u T.1. (Rohwer
and Wood 1998: 303; Buggs 2007: 301, Table 1; Gay
et al. 2008: 2803). Harrpumep, MOABUKHOCTH IBYX TH-
GPUAHBIX 30H, 00PA30BAHHBIX IPEBECHBIMU CJIABKAMHU
Ha cesepo-3amnazie CIIIA, ckopee Bcero, 00bSICHAETCS
MTOBEZIEHYECKUM JIOMUHUPOBAHUEM OHOTO BH7IA
stux nrui Hax apyruMm (Rohwer and Wood 1998:
303). B cBoio ouepelb, IPU OLIEHKE CTaOMIbHOCTH
30HBI HEOOXOAMMO DPa3INYaTh KJIWHBI, BbHI3BAHHbBIE
BTOPUYHBIM KOHTAKTOM TaKCOHOB M THOPHIM3AINEN,
U KJIUHBI, 00YCIOBJIEHHbIE KINHAJIBHON M3MEHYUBO-
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YacrtoTa BCTPEIA€MOCTH NMMPHU3HAKOB
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Puc. 9. Casur KaMHaIbHOTO epexoaa (mpuMepHo Ha 47 kM 3a 18—19 mer) mesxay 6abouxamu Heliconius erato hydara n H. e. petiverana B
TTaname (mo: Blum 2002: 1996, ¢ usmenenusmm).

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).



120

creio u ot6opom (Rising 1983: 149). CrabmibHOCTD
TUOPUIHON 30HBI MOYKET OOBSICHSATHCS W MOJENBIO
IIPEBOCXO/ICTBA THOPHIOB, MOCKOJIBKY G0Jiee BBICO-
Kas TPHUCIOCOOJEHHOCTh TMOPWIOB OrpaHWdYeHa B
TIPOCTPAHCTBE.

Bo3Mo:kHBI 1Ba TTOAX0/A K OT[EHKE CTAaGUIbHOCTH
WJIM TIOABUKHOCTU TUOPUIHON 30HBL. ITO — COTIO-
CTaBJIeHWE HOBBIX [aHHBIX C OIyOJIUKOBAaHHBIMHU
paHee M IOBTOpsIOIIUiCcA aHaau3 (cOOp HaHHBIX)
o TpaHceKkTe yepe3 30HY. HekoTopsie hakThl, neii-
CTBUTEJIBHO, TOBOPST B TOJIb3Y MPOCTPAHCTBEHHOTO
MMOCTOSTHCTBA 30H. Tak, mpsiMasi IpoBepKa yepe3 3 u
5 JIET He MOKa3aja 3aMEeTHOTO C/BUTa B MOJIOKEHIH
KJIMHAJIBHOU 30HBI MEXKIY ABYMSI BUAAMU JI€OMap-
noseix jsryiek (Kocher and Sage 1986: 28). Takas
Ke cTabWIbHas KapTUHA HAOJI0aNach MPU COTIO-
CTaBJICHUN aHHBIX IIO aBCTpaJIHfICKHM JIATYITKaM
komiiekca Geocrinia laevis uepes 7 ner (Littlejohn
and Watson 1977: 850) u eBpOIeiiCKUM XKepJASTHKAM
B Ilpukapmarbe uepes 20—-80 mer (Szymura and
Barton 1986: 1145, 1991: 258; Szymura 1993: 262 u
281). TubpuaHas 30Ha MEXKIY AByMs BHAAMU ITHI]
(Manacus) B Ilaname 3a 100 yeT cABUHYJIACH JUIITH
Ha HecKosbKo KuomeTpos (Brumfield et al. 2001:
2082).

C mpyroit CTOPOHBI, TTOJTYYEHBI CBEJIEHUS O TIOJI-
BIKHOCTH TMOpUAHOM 30HBL. Tak, rubpumHas 30Ha
Meskay kabamu Bufo americanus u Bufo hemiophrys
B MaHnuToGe 3a JECSITOK JIET TIEPEMECTHIACH K 3a-
nany npuMmepHo Ha 10 kM (Green 1983: 36, 1996:
99). B lloTmanauu 3aperucTPUPOBAHO CMeIeHTe
rUOPUIHOM 30HBI MEXKIY CEPOIi ¥ YEPHOI BOPOHAMMU
¢ 1928 mo 1981 rox, B Tom uncie Ha 30 KM 3a IO-
caennue 15 ner. 3oHa cMmemmanach Takxe B Jlanuu,
HO B IpyTHX paiioHax oHa ctabuabha (Kpiokos 2000:
21). ViaMeHnIach KapTHHA «CETYATON» TMOPUAHON
30HBI MEXKTy TpUTOHaMU Iriturus cristatus v Triturus
marmoratus B ieHTpanbHoi Opannyn: 3a 25—35 et
TIEPBBII B/ TIPOIBUHYJICS HA I0TO-3aMal MUHIMYM
Ha 30 kM (Arntzen and Wallis 1991: 816).

B HemaBHeM 0630pe SMIMPUYECKUX HCCIENO-
BaHM TIpUBeNEH 21 NOKYMEHTUDPOBAHHBIN Cirydail
cBUTA THOPUIHBIX 30H Y CAMBIX PA3HBIX JKUBOTHBIX
(6a609KM, CBEPUKHU, MYPaBbH, KJIEIIH, PEYHBIE PAKH,
pbIObI, XBOCcTaThle U GecxBocThie aMpubuu, AIIepu-
I[bI, TITHIbI, MJIEKOIUTAIOIINE) HA PACCTOSIHUAE OT
HecKobKUX coTeH MeTpoB 10 300 kM (Buggs 2007,
Table 1). Kpome Toro, B 12 ciyuasix cMeleHue 30HbI
TIPEITIOIATAeTCS] HA OCHOBE MOJIEKYJISIPHBIX JTAHHBIX
mo uHTporpeccuu (Hampumep, Rohwer et al. 2001:
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415). IlpenoxeH MeTOX KOCBEHHON OIEHKUA CMe-
IeHUsT 30HBI ITyTEM COTOCTABJIEHUS €€ TeHTpa (110
TeHeTHWYeCKVM MapKepaMm) M IIMKOM BCTPEYaeMOCTHU
mpoMexyTouHbIx denorunos (Gay et al. 2008: 2790
u 2800). Ocobblii UHTEPEC MPEACTABJISAET MOIBIK-
HOCTh (PPOHTA TMOPUAMBAIIMN C TIOCTIEAYIONMM BbI-
TECHEHHEM DBOJIIOIMOHHO 6oJee caaboro uga (Gill
1997: 519). Takue ciay4yau HEpemKu TIPU BCEJEHUU
BUJIOB, U X aHAJIM3 BAXKEH JIJIsT OXPAHBI a00PUTEHHBIX
BUZOB (cM. ¢. 127).

TakuMm 06pa3oM, TOABUKHOCTh THOPUIHBIX
30H — 3TO JIOCTaTOYHO IUPOKO PACIIPOCTPAHEHHOE
sIBJIEHUE, KOTOPOE€, OJHAKO, HE TaK IPOCTO 3a-
PETUCTPUPOBATh, IOCKOJIBKY TpebyeTcss Xoporuas
M3YyYEeHHOCTh O6GbeKTa. JIBUKymmecs TruOpuUIHbIe
30HBI TIPEJCTABIISIOT OO0 MPEBOCXOIHBIE TIPHME-
DB DBOJIIOINH B IEeWCTBUH, ITO3BOJISIONINE U3y9aTh
pasyM4HbIE TPOOIEMBI BUZIO0OPA30BAHYS U BasKHbIE

I BBIpaGOTKM cTpaTeruu oxpanbl BumoB (Buggs
2007: 307).

TuGpuaHbie 30HBI U 300Teorpadus

TubpuIHbIE 30HBI MHOTHX BUIOB YACTO HAXOMATCS
B OJTHUX U TeX paiioHax. Tak, Ha Besmkux paBHMHAX
CeBepHOi AMEPHKH PaCIOIOKEHb THOPUIHBIE 30HBI
11 map pasmmunbix BuzoB mtull (Rising 1983: 131
u 153), a B nentpaibHoM Texace W B IEHTPAIHHOM
Kanmudopuuu BbISIBIEHbB KOHTAKTHBIE 30HBI Dsifia
ampubuii u mur (Sage and Selander 1980: 1080;
Good 1989: 742). Ha samame Kamansl coBmamaiorT
IIMPOKKE THOPUIHBIE 30HBI Y KJOIOB-BOIOMEPOK
pona Limnoporus u 6a6ouex poma Papilio (Sperling
and Spence 1991: 1380). 9o ke mpoucxogut B 3a-
KapliaThe y KepJssHOK Bombina v tputonoB Triturus
(Xantypun u ap. 2001; JlutBunuyk u bopkun 2009:
158). BoubiiiM YncIoM THOPUAHBIX 30H CPEIH MOP-
CKUX JXUBOTHBIX XapaKTepuayercs paiioH besbra,
coenuusionero 6Gosnee conénoe CeBepHOE MOpe ¢
MeHee conénbiM banrutickum. B miemom 38% ciryua-
€B THOPUIM3ANNY MPUXOIAUTCA HA TPAHUIIBI MEKIY
MopckuMmu 6moreorpapuuecknmu 3oHamu (Gardner
1997: 34, 43—-46).

B 1968 r. amepumkanckuii sHTOMOJNOT Yapi3
PeMuHITOH 06paTW/J BHUMaHWE Ha TO, YTO MHOTHE
rUGPUIHBIE 30HBI PACTIONOXKEHBI HE CIIy4aiiHO, a CO-
BIAIaloT ¢ 0OJACTSMU, T7le CTHIKYIOTCS PasjinyHble
6uoThl. OH Ha3BaJ TAKKME MECTa <IIIOBHBIMU 30HAMU»>
(suture zones) THOPUIHOTO B3aMMOJIECTBUST MEKLY
HelaBHO coennHEHHbIMU GroTamu (Remington 1968:
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322).5 TIo ero mueruio (p. 329), 9T¥ 30HBI BO3HUKJIU B
pe3yJIbTaTe NCYE3HOBEHVSI GAPHEPOB VIS PACCETIEHS
B noctyieqHUKoBYIO 31moxy (8000—11000 net nazan).
OHM He MMEIOT HUYero oOLIEro ¢ «rubpuausauein
6uoronoB» IAarapa Anzepcona (cM. cHOCKY 39), HO
panee oTMmedanuch J. Maitpom (1968: 298—299). Ha
tepputopuu Heapktuku Y. PeMuHrTOH MaeHTudwU-
IMPOBAJ TIeCTh KPYMHBIX (mmpunoit 10 100 Muis)
U ceMb 6oJiee MEJIKUX WJIM MAJIO U3y4eHHbIX 30H. OH
TaK»Ke IPEeAIOJIOKIII HATMINE IPYTUX 30H B ADKTHKE,
nentpaibHOil Mekcuke, IOxuoit Amepuke, ABcTpa-
snw, [TaseapKTrKe U IPU3HAJ, YTO YACTh TUOPUHBIX
30H HAaXOJWUTCS BHE BBIIEJIEHHBIX MM ITTOBHBIX 30H.
s 308 CeBepHoit AMepuku, Mekcuku 1 ABcTpaiuu
UM OBLITU TIPUBEIEHBI CIIUCKYM KOHTAKTHBIX T1aP BUIOB
HaCE€KOMbIX, Ha3€EMHBIX ITO3BOHOYHbIX N paCTeHHﬁ.

XOTs IepBOHAYATBHO KOHIIEIIITHS <IITOBHBIX 30H>
BCTPETWJIA JIOBOJIHO TPOXJaAHb mpuém (Short
1969b), mosxe eé ¢ sHTy3smasMoM Toaepxkan loa-
dpu Xsrourr (Hewitt 1996: 257, 1999: 105, 2001:
540), moJsaraBIInii, IO KpaliHei Mepe, [JIsi CEBEPHOTO
TIOJTYTIIApUST, YTO TAKKE PAHOHBI COBIIAIEHIST MHOTUX
TUOPUIHBIX 30H BO3HUKJIU B PE3yJIbTaTe BCTPEYHOTO
pacceseHuUsI W3 JIETHUKOBBIX pedyruymoB. HWnes
«IMOBHBIX 30H» PeMWHTTOHA OblITa BOCIPHHATA U
npyrumu aBropamu (Avise 2000: 226; Redenbach and
Taylor 2002: 1027; Phillips et al. 2004: 1544; Toews
et al. 2011: 434).

Opnako TMC-anamus®? 117 HaseMHbBIX THOPUI-
HBIX 30H y HacekoMbix (16), ambpubmii (17), penrtu-
suii (4), mrur (15) u muekorraiomux (19), a takke
pacrenuii (46) B CIITA u Kanaze mokasai, 94To JIUIb
46.2% 3TVX 30H XOTsI ObI YACTUYHO COBIIAJIY C TOBHbI-
mu 3oHamu Y. Pemunrrona (Swenson and Howard
2004: 2394). Tem He MeHee Teorpaduyeckoe pacrmpe-
nenenvie 117 ruOpuaHBIX 30H He OBLIO CIydalHBIM,
¥ KJIACTEPHBIN aHAJIW3 BBISBUJI 23 paiioHa, MPUYEM
pAcCIIOJIoXKeHNe MHOTUX W3 HHUX COOTBETCTBOBAJIO
unesMm [ Xptourta (p. 2396). Bosnee mupokuit ana-
JI3 C IPUBJIeYeHNEM MHOKECTBA KapTorpaduIecKux
JMAHHBIX 1O KOHTAaKTHBIM 30HaM U (¢uioreorpadpun
TITUI], MJIEKOTIUTAIONINX M [EPEBBEB IIOKA3aJ, YTO
Gapbepbl (TOPbI, B MEHBIIEHN CTEIIEHN KPYITHBIE PEKH )
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M JIeIHUKOBbIe pedyruyMmbl, Kak u B EBpome, BO
MHOTOM OTIPEJIENISTIOT COBIajieHre (KJIACTEPU3AIIHIO)
300 B CesepHoii Amepuke (Swenson and Howard
2005: 590). ITosaraiot, 4TO OJIOKEHUE MOBHBIX 30H
OIIpeNesISIETCS] CIOKHBIM B3AMMOJIENCTBUEM WCTO-
PUYECKUX U COBPEMEHHBIX IKOJOTUYECKUX (HaKTO-
POB, BKJIOYast TUIBI JaHamadToB (pusnorpadus),
KJIVMMAT U PACCTOSIHUE OT JIEAHUKOBOTO pedyruyma
(Rissler and Smith 2010). B psze ciyuaes, Hanpu-
Mmep, B Kaimdopuun (Good 1989: 742) u Ilaname
(Brumfield et al. 2001: 2082), kakoii-11ub60 3KOJIOTH-
YeCKHUH [EPEX0/ B IMOBHOM 30He 0OHAPYKEH He ObLIL.

TuGpuausanus, reHeTHYECKas AUBEPreHIUs
U Ha/IBU/IOBbIe TAKCOHOMHYECKHE PaHTU

B mpupone ruGpuamsanusi oOHapy:KeHa CPeIn
BUIIOB pa3HbIX KaTeropuil. C OJHOI CTOpPOHBI, OHA
usBecTHa y Kpunrtuueckux Buaos (Hall and Selander
1973: 240; Blackwell and Bull 1978; Howard 1986;
Good 1989; Dowling and Hoeh 1991; Bopkuu u mp.
2004), a ¢ apyroii, 1 y MOP(MOTIOTHYECKH PA3INIAIO-
muxcs BunoB. Cpein eBPONEHCKUX TPUTOHOB POia
Triturus TMOpPUAHBIE 30HBI 06PasyloT Kak OMu3KHe
BuUAbl oxHOro Komiuiekca (Bopkuu u JIMTBHHUYK
2009, riaBa 6), Tak ¥ BUABI 13 OJIM3KUX KOMILIEKCOB
(Arntzen and Wallis 1991; Arntzen et al. 2009). B Ce-
BepHOI AMepuKe rubpuaAn3upyor 6ypyaayku Tamias
ruficaudus n Tamias amoenus, TpPUHALJIEKAIIUE K
pasubM BuzioBbM TpymmaM (Good et al. 2003: 1901).

B cpennem renetmyeckoe paccrosnue (D)
MexIy dopMaMu, 06pasyonMMu TMOPUIHYIO 30HY,
pasHo 0.26 (Barton and Hewitt 1989: 497), uto B
1[eJIOM COOTBETCTBYeT ypOBHIO BUza (cM. BopkuH u
JIutBuauyk 2010: 239). Hanpumep, Mexay BuzaMu
TPUTOHOB KOMIUIeKca Triturus cristatus B cpegHeM
D=0.2 (JlutBunuyk u bBopxun 2009: 128). Ilo-
BUIUMOMY, CaMble GOJIbIINE 3HAYEHNS TEHETUYECKOU
muBeprenin (D=0.91) Mesxy TMOPUANSUPYIOIIMME
B IIPHPOJIE BUAAMU OBLIHU TOJIyYEHBI [ CEBEpOaMe-
pukaHckux xab Bufo boreas v Bufo punctatus (Feder
1980: 1094), a Takske nys TpUTOHOB Triturus cristatus

5'Takoii ske TepMHH (Suture zone) reoJIOTM UCIOIB3YIOT Ui 0003HAYEHMsI PAHIOHOB CTOJKHOBEHUS] KOHTHHEHTAIBHBIX
wiuT. B KauecTBe IprMepa 30HbI MOKHO IprBecTd [MMaian, 06pasoBaHHbIE B pe3yJibrate BcTpeun VIHANICKON CyOKOHTH-

HEHTAJIbHOM IJINTHI M ABMAaTCKOM KOHTMHEHTAIbHOMN IIINTHL

52KoMIIbIOTEPHBIH IOAXO0] C MOMOIIIO TaK Ha3bIBaeMoii reorpaduueckoit nrdopmarmonHoii cucremsr (GIS) mossossier
KOJIMIECTBEHHO aHATM3UPOBAThH TPOCTPAHCTBEHHBIE B3AUMOOTHOIIIEHHUS MEK/IY Teorpadudecku JJOKATN30BAHHBIMU TIapa-

METpPaMH.
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u Triturus marmoratus, D=0.64—0.86 1o pasHbIM
ouenkaM (Arntzen et al. 2009: 1192). B mepBoM ciy-
Yae, BEPOSITHO, 0062 MMoJTa OTHOCTHIO CTEPUIBHBI, & BO
BTOPOM THOpHHEIE caMIlbl F| CTePUIIBHBL, HO CAaMKH
¢ Hu3KoM pepruabHOCcThIO (Arntzen and Wallis 1991:
817). [Ins1 cpaBHEHUST yKaXKeM, YTO YPOBEHDb reHETH-
YEeCKOTO CXO/ICTBA MEXKIY JTOMOBBIMU Mbitiamu Mus
musculus u Mus domesticus (Gyllenstein and Wilson
1987: 28) B 1Ba pasa BhIlIE, YeM MeXIy xkabamu (I =
0.836 mpotus 1=0.40). [TocTaurornyeckast u30JANUS
(HEKM3HECTIOCOOHOCTh U CTEPUJIBHOCTH THOPHUIOB)
MoskeT HacTymath mpu D=0.25 y 6ecxBoctbix u D=0.4
y xBocraTthix ampubmit u Mernee 0.5 y mposodua
(Bopkun u JIutBuruyk 2010: 247). OgHako B 11e70M
WCIOJI30BAHNE IIOKA3aTeJell TeHETHMYECKOrOo pac-
crosiHuA (D) unmm cxozactsa ([), o clipaBeIuBOMY
3ameuanuio E.H. ITanosa (1989: 39), He mo3BosieT
TIPeNCKA3bIBATh IIOBEJEHNE BUAOB B KOHTAKTHOU
30mHe. Tak, y IITHUIl XPOKast TAOPUAM3AIUA TPOUCXO-
mut pu D=0.001—-0.072, x0oTs mocyienHre 3HAYECHUS
XapaKTePHBI TaKXKe U IJisI KECTKO M30JUPOBAHHBIX
cumnaTpuyeckux BusoB (D=0.044—0.060).
CorsacHO VMMMYHOJIOTUYECKUM OIleHKaM (CM.
Dubois 1988: 47), cpeauwuii BO3pacT AWBEPreHIIMU
MeXy TMOPUIM3UPYIOIUMU BUIaMU Y TLIAIIEHTApP-
HBIX MJIEKOTIUTAIONINX 3HAYUTENbHO MEHbIINE, YeM
y nTuil 1 6ecXBOCTHIX aM(PuOUil, 4TO yKa3bIBaeT Ha
60J1ee BBICOKYIO CKOPOCTh 9BOJIOIUY TIEPBBIX. Y PBIO
rubpuausanys (AHTPOTPECCHUST ) MOXKET IIPOUCXOAUTh
Jaske MeXIy BUIAaMU, TUBEPTUPOBABIINMY HE MEHEe
5 MUJLJIMOHOB JIET, Kak KeTa 1 ropOymia (Smith 1992:
45). O6a Buzma eBpomeiickux sxepasauok (D=0.37—
0.59), obpasyiomue TuGPUABI Be3JIe, Te OHU BCTPE-
YaIOTCs, BOSHUKJIU €€ /10 TIIeNCTOIeHa, TPUMEPHO
2-7 MunoHoB Jiet Hazax (Szymura 1993: 265). B
1260PaTOPHBIX YCIOBUSX OHU YCIENTHO CKPEINUBa-
I0TCS ¢ NajbHeBOCTOUHOM Bombina orientalis, xotst
NMVBEPTEHINS ¢ TocjenHelr marupyercs B 10—-12
mnoHoB JieT (Uteshev and Borkin 1985: 366).
MpICb O TOM, YTO Pe3YJIBTaThl CKPEIUBAHUS
MOTYT YKa3bIBaTh Ha CTEIleHb POJCTBA U, COOTBET-
CTBEHHO, TAaKCOHOMUYECKUU PAHT CKPEIIUBAEMBIX
(MCKYCCTBEHHO WJIM B IIpUpOjE) 0colel, Ipocie-
xkuBaercst yxe B XVIII Beke. Tak, K. Brodpdon B
cratbe «O mynaxy» 1776 1. mucarm: «<..>. Kak MOXHO
6bLIO GBI MHAYE Y3HATH CTEMEHD POJICTBA JKUBOTHBIX
Pa3HBIX BUJIOB, ECJIU HE IO Pe3YJIbTaTaM UX CIIaphBa-
Hus <..>?» (1uT. no: KanaeB 1966: 182). Hepenko
MOJIATAIOT, YTO BEPOSTHOCTh THOPUAMBAIUKN W ILIO-
JOBUTOCTh THOPWIOB B IEJOM MPOMOPITMOHATBHbI

JLA. Bopkun u C.H. JIutBunuyk

FEHETUYECKOMY CXOICTBY, KOTOPOE MOKET OBITH BbI-
paxeHo B TakcoHomuueckux panrax (Hubbs 1961:
12; Van Gelder 1977: 18; Dubois 1988: 53; Smith
1992: 41 u 45).

Psim aBTOPOB TIPEIJIOKKI HCIIOIB30BATh CITO-
COOHOCTh BHIOB K THOPHMAM3ALUN KaK IIOKa3aTesb
PEaJIbHOCTH POJIa, KOTOPBHI MOXKHO MPUMEHSITH JIJIst
BBISICHEHVSI €70 TPAHMWII, B TOM YHCJIE B IPAKTUIECKUX
TeJITX TAKCOHOMUM. JIefiCTBUTEIBHO, TIO CBOUM Mapa-
MeTpaM Poj He MOXKET ObITh, [0 OIPE/IeIEHIIO, MEHb-
1re Buzia. [109TOMY eciiv BUIBI — PEMTPOIYKTUBHO U30-
JINPOBAHHbBIE CUCTEMBI TIOTIYJISIIUHN, TO POBI JOJIKHBI
BKJIIOYATh BHUJBI, HE CIHOCOOHBIE CKPEIUBATHCS C
Buzgamu apyroro pozaa (Van Gelder 1977: 21). Nnaue
TOBOPSI, €CJIH /[BA BU/IA, OTHOCUMBbIE K PA3HBIM POJIaM,
JIAI0T B3POCJIBIX THOPHIIOB, TUIOOBUTHIX WJIM HET, TO
TakKue poAsl Hajo o6beauHATh B ogun (Dubois 1988:
56). CoOTBETCTBEHHO, K Pa3HbIM TOAPOIAM CJELYET
OTHOCWTB TPYIIIBI BUOB OXHOTO PO/A, KOTOPhIE pa3-
JIMYAIOTCS MOP(MOJOTUYECKH W HKOJOTHYECKH, HO
MOTYT JIaBaTh JKU3HECTIOCOOHBIX B3POCIIBIX THOPUIOB
(Dubois 1988: 105).

OmHaKOo cpesiut KOCTUCTHIX PBHIG, MIEKOTUTAIOIIUX
1 0COOEHHO Cpey ITHUI] U3BECTHO OOJIBIIOE YHCIIO
MEXPOJIOBBIX THUOPUAOB, 00pa3yeMbIX B TIPUPOIE
(Van Gelder 1977: 5-18; Dubois 1988: 68—71; Smith
1992, Table 1; Gill 1998: 281). Cpenu ambubuii u
PENTUINA WX YUCJAO HE3HAYMTESBHO, HATIPHMEP,
U3BECTHBI CJIyYan THOPUAM3AIUK B TIPUPOJIE MEKILY
HECKOJIbKMMHU POJIaMU MOPCKUX uepemnax (James et al.
2004: 580). MesxpomoBasi TMOPUAU3AIINS BCTPEYaeT-
cs ¥ cpeay MOpcKuX XKuBOTHBIX (11 u3 102 cirydaes),
BKJIIOUast 0 1 y MOPCKUX exxeit v 3BE311 1 9 ciydaes
y poi6 (Gardner 1997: 41, Table 1). M3BecTHbIil ame-
pukanckuii uxtuosor Kapn Xa66c (Hubbs 1955: 7,
1961: 12) npumié K BBIBOLY, YTO B IIPUPOJIE TUOPHIBI
MOTYT TOSBJSITBCS JaKe y PHIO W3 PasHBIX POIOB,
HO 9T POl GJM3KO POACTBEHHBI U MOTYT OBITH OT-
HeCeHbI K ofiHOM Tpube. IToaToMy 0cOOBIN MHTEPEC
MPEJICTABJIAIOT PEKIE TUOPUIBI MEKIY 3€TEHOM ue-
penaxoii (Chelonia mydas) n norrepxegom (Caretta
caretta), TOCKOJIBKY 3TH BUBI OTHOCSITCSI K Pa3HBIM
TpubaM, KOTOphle AUBEprupoBan Gosee 50 MUILIA-
onoB Jiet Hazax (James et al. 2004: 581). B cBsi3u ¢
STUM MOKHO HantoMHuUTh BEIBog A.C. CepeGpoBcKoro
(1935: 72) o Tom, uTO TIpenenbl THOpHAM3aIK (TI0-
JIyYeHUsI SKU3HECTIOCOOHBIX THOPUIOB) Y SKHBOTHBIX
JIeKaT B paMKaX CeMelCTBa.

OTMeyast cyecTBOBaHUE MEKPOIOBBIX THOPHIIOB
¥ BO3BMOYKHOCTH COXPAHEHHUST TEHOMHO# COBMECTUMO-
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CTH [[aXke Y BHENIHE PA3HbIX ITUII, AMEPUKAHCKUIT Op-
uuTosor Opauk Tusn (Gill 1998: 281) naxe 3agBu:
«eonorust, 4T0 ruGPUANSUPYIOIIKE BUIbI OJKHbI
OBITH 6IM3KOPOACTBEHHBIMHU, MEPTBa». B0O3MOXKHO,
BTO U COOTBETCTBYET IEHCTBUTENBHOCTH, HO CKOpPEe
BCETO B TIpe/IesiaX CeMeNCTRa.

Tu6puaK3anus Kak BaskHbIA (paKTop
BH/I000pa30BaHus

Ceiiyac 04EBUMIHO, YTO TMOPUAM3AIMS BUAOB —
IMAPOKO PACHPOCTPAHEHHOE SIBJIEHWE CPEIN JKH-
BOTHBIX, KOTOPOE BPSIZl JIM OTPAHUYUBAETCS TOIBKO
HalTMM BpeMeHeM. Tak, Ha OCHOBE T€HETHYECKUX W
mayieoreorpaduueCcKuX AaHHBIX TPEAII0NATAETCS, ITO
HUHTpOrpeccust Mexay maabmoii (Salvelinus malma)
u kKyHmxkenr (Salvelinus confluentus) npoucxomuia
emé /10 TIOCJIENHETO OJIeleHeHUsT Ha CeBepo-3amae
Amepuxu (Redenbach and Taylor 2002: 1028). Camu
aBTODPbI HA3BAJIM TO «HUCTOPUYECKOU WHTPOTPECCHU-
eit» (historical introgression, p. 1029), mockombKy
OHa He OCyIecTBIsieTcs ceityac. [lomHas dpukcamms
mutoxoHapuasbioii [IHK apkrtudyeckoro rosbia
(Salvelinus alpinus) 6pi1a 06HApyKeHA B TIOMYJISAINN
03épHoit mamuu (Salvelinus namaycush) B pOBUH-
un Ksebek, Kanazga. IIocKoJIbKY II€PBbIi BUJ 371€Ch
HE BOAUTCS, TO MPEAIOJIATal0T, YTO WHTPOTPECCHUS
uMena Mecto B JjenHukosbiii mepuon (Wilson and
Bernatchez 1998: 130). JIto60MBITHO, YTO B APYTHX
03épax 06a Buia TMOPUAMBUPYIOT B 30HE KOHTAKTa C
uHTpOorpeccueil B 06e cropousl. CrieHapuu, 6a3upy-
OIMECs HA TIPU3HAHWY «OBIBIIEH» THOPUAU3AINN U
HMHTPOTPECCUU TEHOB, MOKHO HATHU U B APYTHX 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).

Uckomaembie HazeMHBIE MOJITIOCKU pozna Cerion
Ha octpoBe Bompmoit Muarya (baramer), cyas mo
MOP(MOMETPUU  PAKOBWHBI, TMOPUIHOTO IPOUC-
xoxzaenus: oburanu ot 3000 go 16600 ser Tomy Ha-
3an (Goodfriend and Gould 1996: 1896). C xoHia
IUIEACTOIeHa MPOUCXOAUT TUOPUANZANIUSI MEKIY
Ha3eMHBIMH MOJUIIOCKaMu popa Mandarina, 2H-
JIeMUKa THUXOOKeaHCKux octpoBoB Boumn (Chiba
1994: 1552). BosMoxkHBIE HCKOTaeMble TUOPUIBI
Mexay KaprosbiMu pbibamu Mylocheilus robustus
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u Acrocheilus latus, naeHTU(GUIMPOBAHHbBIE TI0 Ha-
JIMYUI0 YHUKAJIbHBIX CHHAMOMOP(UN 060MX BUIOB,
OBl O6HAPYKEHBI B IO3IHEMUOIIEHOBBIX ¥ TLJIMOIIE-
HOBBIX oTa0KeHusx CIITA. Muaue roBopst, THOPUIBT
CYIIIeCTBOBAJIM B TeUeHVE He MeHee 2 MUJIMOHOB JIET
(Smith 1992: 46). IIpeamoaraeMbie Ha OCHOBE ITPO-
MEXKYTOYHON MOPPOMETPUM TUOPUABI MEKIY ABYMS
TapaMy BUIOB UCKOTIAEMBIX CEPIIEBUHBIX MOPCKUX
exelt pona Micraster onucaHbl U3 BepXHETo Mesia AH-
ru. MHOTOBapMaHTHBIN CTaTUCTUYECKWIN aHAIN3
TPEX 0coOedl BBHIMEPIIMX MOPCKMX JIHJIWHA BBIABUIL
UX MIPOMEXYTOYHBIN XapaKTep MeX/Iy XOPOIIIO O4ep-
yeHHbIMU Eretmocrinus magnificus w Eretmocrinus
praegravis, XKuBmuMu 325—345 MUIMOHOB JIET
Hazajx. Hakownerl, THOpUAM3AIUS IPUBIEKAETCSI ISk
06bsicHeHUsT MOP(ONOTUYECKH  ITPOMENKYTOYHBIX
tpuobutos rpymnmel Viola us opmosuka CIIA
(cm. Gardner 1997: 47-48). CorsacHO HEKOTOPBIM
(danTasuam (Williamson 2006: 599), 6iaromapst ru-
6punusanuu B qokeMOpun () BO3SHUKIN MHOTOKJIE-
TOYHbIE JKUBOTHBIE ¥ MHOTHE TUIIbI GECTIO3BOHOYHBIX,
4T0 AKOOBI 0GECIIEYnIo KeMOPUICKWIL <«B3DHIB> B
SBOJIIOIINHL.

Xors B kauTax J. Maiipa (1947, 1968, 1971, 1974)
MEXXBUIOBOM THOPUM3AIIMH YEIAIOCh HEMAJIO BHY-
MaH¥sl, TeM He MeHee U3 OUOJIOTMYECKOM KOHIIETIIIK
BUJIa BHITEKAJIO, YTO TMOPUAM3ANUS KaK sSBJIEHUE —
3TO BCEro JIMIIb HapyIIeHWe MEeXaHW3MOB peIpo-
IYKTUBHOM M30/ISIIIAU> W MOITOMY OHA HE MOXKET
paccMaTpMBaThCS KaK HEKUi (hakTop BUA0OGPa3oBa-
must. OIHAKO TOT/IA JKe HKCIIEPUMEHTATBHO ObLia 060-
CHOBaHa IportuBoroaoxHas nmosunus (Lewontin and
Birch 1966: 335), cormacio KoTopoii rubpuan3anus
(MHTPOTPECCHS TEHOB) MOKET GBITh UCTOUHUKOM Te-
HETUYECKOI M3MEHYUBOCTH JIJIST AANTAIlUU B HOBBIX
YCJIOBUSX CPEIbl M BECTH K OBICTPOIA aIalITUBHOI 9BO-
monuu. OHa MOXKET NPUBOAUTH K OBICTPBIM T€HETH-
YeCKUM M3MEHEHUsIM, BKJIIOYasi XPOMOCOMHBIE Tiepe-
CTPOWKY, MI3MEHEHMSI B 9KCIIPECCHM TE€HOB U Pa3Mepe
reroma (Baack and Rieseberg 2007: 515). Boee Toro,
Jlajke MCKJIIOYUTENBHO HU3Kasl KM3HECIOCOOHOCTD
WJIM TJIONOBUTOCTD MEPBBIX MOKOJIEHUI TMOPUIOB He
BCeT/ia IPeI0TBPAIAeT 9KCTEHCUBHBIN TOTOK T€HOB U
BO3HUKHOBEHNE HOBBIX SBOJIIOIIMOHHBIX JIMHUH, TakK
KakK peaKue TUOPUIHBIE TeHOTHUIIBI ¢ GoJiee BHICOKOI
[PHUCTIOCOOJEHHOCTIO K HEKOTOPBIM YCJIOBUSIM CpPe-

%3Takoe CKOpee HeraTUBHOE [IOHMMAaHNe OTPAKEHO JIaKe B HA3BaHUY IJIaBbl 6, mocBAIEHHOM rubpuausanun (Maiip 1968:
101, 1974: 83): «HapyIenue u30JUpyOMIUX MEXaHU3MOB (TMOPUIM3ALIIHS)>.
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Il MOTYT PACCMATPUBATBCS KaK PENKUE MYTAI[WH,
ob6ecrieunBaloIye CeJIEKTUBHOE TIPEUMYIIIECTBO CBO-
um Hocutessim (Arnold et al. 1999: 372).

Bo muormx pabotax GBIIO TOATBEPIKAEHO, YTO
rubpuan3alys, AeHCTBUTENbHO, TPUBOAUT K IIO-
BBINIEHUIO0 (DEHOTHITMYECKON W TEHETUYECKON W3-
Mmenuusoct (Kpiokos u ap. 1992: 139; Smith 1992:
44; Yowipruna u ap. 1995: 886; Gardner 1997: 38;
Roques et al. 2001: 160). Ona croco6CTBYET MOSIB-
JIEHUIO HOBBIX (PEHOTUIIOB, OTCYTCTBYIONINX Y POJIH-
teneit (Turner 1971: 481; Wilkens 1971: 542; Tobler
and Carson 2010: 1483). O6miast TeTepO3UTOTHOCTD
BhIllle B TUOPUIHOM 30HE, a TMOPUAHBIE 0COOHU reTe-
PO3UTOTHBI TI0 JIOKYCaM, 0 KOTOPHIM Pa3InyaioTcst
ponuTenbckue Buabl. Bosiee Toro, Bo MHOTHX paGoTax
¢ TpuMeHeHneM sekTpodopesa Gemkos (Sage and
Selander 1980: 1080; Woodruff 1981: 186; Barton et
al. 1983; Barton and Hewitt 1985: 135; Kocher and
Sage 1986: 28; Kpirokos u ap. 1992: 138; Collins et
al. 1993: 87; Chiba 1994: 1549; Arntzen 2001: 983)
B rMOPUIHON 30HE GBITIO BBHIABJIECHO TIOBBINIEHUE Ya-
CTOTHI PEIIKUX aJuTeiell 1 ake OOHAPYKEHBI HOBBIE,
OTCYTCTBYIONTME Y POAUTEIHCKUX BHUIOB (HOPMBI
(bepMEHTOB, TIOMyYMBINKE Ha3BaHUE <TMOPU3MMBI>
(Woodruff 1989: 282). XoTs BO3MOKHBI Pa3IHYHBIE
MPUYUHBL (M3MEHEHUE CEJIEKTUBHOTO 3HAYEHMS ajl-
Jesiell B HOBOM reHeTU4eCcKo 00CcTaHOBKe, 60Jee BhI-
COKO€ MyTHPOBaHHUEe Y THOPU/IOB, BHYTPUITUCTPOHHAS
peKOMOUHAIMSL, TEHETUIECKUHA Apetid), 910 sABeHne
TIOKa He HAIILIO €I CBOETO YETKOTO OObACHEHYS, a B
psifie U3yYEHHBIX CJIyYaeB OHO He ObLIO 0GHAPYKEHO
(Sperling and Spence 1991: 1374 u 1380).

TubpuaM3aIis Cpenu MapasuTUIECKUX BUIOB I0-
3BOJISIET OCBaMBaTh HOBBIE BHUABI X03s1€B (Schwartz
et al. 2009: 255), yBeTMUUBATh WU TTIOHUKATH BUPY-
JIEHTHOCTD ¥ JIaJKe TIEPEXOIUTDh K JAPYTOMY CHOCOOY
Pa3MHOKEHUS, HATIPUMED, OT TIOJI0BOTO K GECTIONIOMY
(Detwiler and Criscione 2010: 111).

WHnTepecHslit cydaii, HA3BAaHHBIN «30HATbHbIM PA-
coobpasosanuem» (Searle 1991: 51; Hauffle and Searle
1994: 1388, zonal raciation), 6bL1 OOHAPY/KEH B KOM-
TJIeKce IOMOBBIX MBIIIIei Ha ceBepe M Tasmim, r7ie HoBast
XPOMOCOMHAST Paca BO3HUKJIA B THOPUIIHOI 30HE.

MHor¥e MCcCIeoBaHus MOKA3aI, YTO B Pe3yJib-
TaTe MeXBUIOBOM TMOPUAU3AIMK MOTYT MOSIBJISITHCS
HOBBIE TIOIBU/IBI ¥ BUIbI JKUBOTHBIX, KAK IUTLJIOUTHbIE,
tak u nosmmonzasbie (Bullini and Nascetti 1990;
Dowling and Secor 1997). Pasiyaror aBa I0BOJIBHO
PasIMYHBIX BAPUAHTA THOPHUIHOTO BUI00OPA30BAHMUS
(Dowling and Secor 1997: 598; Baack and Rieseberg
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2007: 515; Chapman and Burke 2007: 1774; Mallet
2007: 279). B Tex ciyyasix, KOorja ypoBeHb ILJIOW/-
HOCTH y THOPHMIHOTO TaKCOHA B Pe3yJIkTaTe TMOPUIH-
3alM He M3MEeHMJICS (MHAYe TOBOPS, OCTAJICS AUILIO-
UIHBIM, KaK y POAUTEJIEN), TOBOPAT O 20MONIOUOUL.
Taxue BUABI HPEICTABJIEHBI OUCEKCYyaIbHBIMU (MEH-
JIeJIEBCKYMU ) TIOILYISALUSAMM, B KOTOPBIX COXPAHSIETCS
mporecc pekoMbuHaimu. [109TOMy JaHHBIH BapHaHT
ruOPUAHOTO BUA00OPa30BaHMsl B OOTaHUKE TAKKE Ha-
3BIBAIOT pexombunavuonmvim (Ipant 1984: 242).

Cpeny XMBOTHBIX TOMOILIOMAHBIE THOPUIHBIE
BUJIBI, TIPEACTABJIEHHBIE OUCEKCYaNbHBIMU (MEH-
JIeJIEBCKUMU ) TIOIYJISIIIUSIMY, OBOJBHO penku. Mx
cimcok u3 Gonee yem 20 IpearosaraeMbiX BUIOB U
MOABUIOB MOJLIIOCKOB, PaKOOOPa3HBIX, HACEKOMBIX
U TI03BOHOYHBIX OBLI OmMyOJuKOBaH 15 jer Hasan
(Dowling and Secor 1997: 608). Ceituac onu mo-
CTOBEPHO W3BECTHBI, HAIIPUMEP, CPEIX 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; Kysuenosa u ap. 2011: 20). Cpenu pbib TH-
GpuIHOE ITPOUCXOKAEHUE JOKA3aHO JIJIs TIPECHOBO/I-
HBIX KapnoBhix Gila seminuda v Gila jordani, kotopbie
paHee paccMaTpuBaIuCh Kak noasuasl (DeMarais et
al. 1992: 2750; Dowling and DeMarais 1993: 444;
Gerber et al. 2001: 2033), a TakKe /I MEKCHKaH-
ckoro MeueHocua Xiphophorus clemenciae (Meyer
et al. 2006: 727). MoJofass 9BOMIONUOHHAS JIMHHUS
6pruxa-noaxamentquka ( Cottus sp.) TROPUIHOTO IPO-
HCXOXIeHUs HailijeHa B Hu30Bbsx Peiira (Nolte et
al. 2005: 2381, 2009: 2616). UtanbsHckuii Bopobeis
(Passer italiae) — NaBHO U3BECTHBIN BYJ THOPUIHOIO
npoucxoxaenus cpeau ntuil (Ilanos 1989: 227, 332
u 427-428; Brelsford 2011: 3705). [Ipyroii pumep
FOMOILJIOMHOTO BU/A CPEAH IITHIL] — APEBECHAS CIIaB-
ka Dendroica auduboni na samage CIIIA (Brelsford
et al. 2011: 2384). dnonckas momoBass Mbintb (Mus
musculus molossinus) n KapuOCKuit (PYKTOSHBINA
sucronoc (Artibeus jamaicensis schwartzi) sIBISIIOTCS
IIPOAYKTOM TMOpUAM3ANH APYTruX (IO )BUAOB, MEJI-
Bexxuil Makak (Macaca arctoides) — IByX BUIIOB, a He-
JIABHO OIMCAHHBIA 6abynHOIONOOHBIN Rungwecebus
kipunji — naxe nByx pomos (Shurtliff 2011: 9—10).
TOpUAHOE POUCXOKIEHIE IOKA3aHO AJIS UILTOM-
Horo nioasuaa Daphnia galeata mendotae B Ceseproii
Amepuxe (Taylor et al. 2005: 535).

ITosaraiot, 4To0 FOMOILZIOUAHOE THOPUAHOE BUL00-
GpaszoBaHue OCYIIECTBJISAETCS OTHOCUTENBHO OBICTPO,



Tubpuausanus, BUI00Opa3OBaHUE U CUCTEMATHKA JKUBOTHBIX

XOTS TOMHast CcTabuiusanus TMOPHUAHOTO TeHOMa
MOXeT 3aHMMaTh coTHH mokoieHuil (Buerkle and
Rieseberg 2010: 274). Cam 5TOT MOZyC BBIABUTAET
HECKOJIbKO BaJKHBIX TPOOIEM: 3TO — oOpasoBaHue
CTaOMJIM3UPOBAHHOW  TUOPUIHOW  TMOIYJISAINH,
CIIOCOOHOI K CaMOCTOSITEIbHOMY PasBUTHIO, M €€
HKOJIOTMYECKOE ¥ PENPOAYKTUBHOE 060Cc06IEHIE OT
pOIUTENbCKUX BUOB. [lelicTBUTENBHO, €Cd POIU-
TEJIbCKUE BUBI HETIOJHOCTHIO PEMPOAYKTUBHO HU30-
JIMPOBAHBI, TO TaKas M30JSAIMS Y 3aPOKAAIOIIETOCS
ruOpUAHOrO BUA JO/KHA OBITH elé cadee.

B npeiosKe sl 1Ba OCHOBHBIX MEXaHU3Ma T0-
MOTUIOUAHOTO BuiooOpa3oBanusi. COryiacHo mepBoMy
U3 HUX, B Yepe/ie THOPUIHBIX TIOKOJIEHUN BO3HUKAET
HOBasi PEKOMOMHAIIMOHHAS (POPMa, TOMO3UTOTHAS TTO
Pa3HBIM HE3aBUCUMBIM XPOMOCOMHBIM TIEPECTPOIi-
KaM, 110 KOTOPBIM Pa3IudaIiCh POAUTENbCKAE BU/BL.
ITO TO3BOJISIET HOBOMY PEKOMOMHAIIMOHHOMY BUILY
(recombinational species) GBITH TJIOAOBUTHIM IIPU
CKPENUBAHUSX BHYTPU CeOS W CTEPUIBHBIM TIPU
CKPENUBAHUAX C JIOOBIM U3 POAUTEIBCKUX BUIOB.
JIpyroii MexaHuW3M IPUBOAMUT HOBYIO TUODUAHYIO
dbopMy K cTabuiamM3aIuu yepe3 CErperaruio BHEII-
HUMU GapbepaMu, TI0J] KOTOPHIMH TI0Pa3yMeBAIOTCS
DKOJIOTHYECKUH 0TOGOP ¥ AubepeHIuaus HUIIL.
Jlpyrumu cioBamu, TuOpuaHas GopMa, BO3HUKAs B
VCIIOBUSIX CHUMIIATPUU C POAUTENHCKUME BUIAMU,
3aTeM JIOJUKHA 3aHUMATh 9KOJOTMYECKYIO HHUIILY,
HermpueMyieMyio sl poautened. KommbioTepHoe
MOJIETUPOBAHUE TOKA3AI0 Ba)KHOCTh KAaK TEHETH-
YECKUX, TaK U DKOJOTMIECKUX (PaKTOPOB MPHU TOMO-
TJIOUHOM TUOPUAHOM BUA00OPA30BAHMM, BKIIOUAS
MIPOCTPAHCTBEHHYIO M30JAIMIO Yepe3 a(pdeKT 0CHO-
Batens (Buerkle et al. 2000: 449). Xots ato 6bL10
pa3paboTaHo JJIsl PACTEHUH, HO CJIydyall KOJOHW3a-
MU THOPUIHBIM BHIOM SKCTPEMAJBHBIX YCJIOBHH,
r7ie He OOUTAIOT POAUTETHCKUE BUIBI, HEMABHO OBLI
obHapyxeH aus G6abouek poma Lycaeides (Gompert
et al. 2006: 1923). TuGpuaHbIA OBIYOK-TIOAKAMEHIINK
(Cottus sp.) TakKe 3aHsIJ y94aCTKU B HU30BBsIX Peiina,
rae He oburaior poautenbckre dopmbr (Nolte et al.
2005: 2379).

Opnnako mpu reorpadUvYecKOi H3OJSAIMKA THU-
OpuIHAS TIOMYJISIUS MOXKET CTabMIN3UPOBATHCS B
TOMOILJIOUAHBIA THOPUAHBIA BUL U 0e3 afanTalun
K HOBBIM WJIM 3KCTPEMAJIBHBIM YCJIOBUSIM CPEMIBI
(Brelsford 2011: 3706). Tem He MeHee Cpeau KUBOT-
HBIX U3BECTHBI KaK aJIJI0- WJIH TIApATlaTPUYeCKHe, TaK
U CUMITATPUYECKUE XOTs OBI C OMHUM U3 POAUTENEH
Buzbl (Mavarez and Linares 2008: 4183).
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ITpobieMa PENPOAYKTUBHON H3O0JSAINA 3HAYM-
TEJIBHO JIETYe PeIaeTcss B Cydae yxofa TuOpui-
HOI (OpPMBI OT MEHJIEJEBCKOTO HacjeqoBaHus. B
KauecTBe MpPUMepPa MOXHO TPUBECTH KaPUOCKUHA
pucoBbiii  Kopast Acropora prolifera, KoTopbiii
(bakTHUeCcKH TpencTaBisieT co60l0 rMOPH MEPBOTO
nokonenus (F,) mexay cumnarpudeckumu Acropora
cervicornis u Acropora palmata. HecMoTpst Ha CBOIO
JIMTIIOUIHOCTD, Acropora prolifera we sBisietcs
TOMOILVIOUAHBIM, WJIN peKOM6I/IHaHI/IOHHI)IM BU/IOM
B CTPOTOM CMBICJIE STOTO TEPMHUHA, TaK KaK CIIOCO-
GeH KJOHAJbHO Pa3MHOXKATBCS 4Yepe3 Oecroyyio
(parmenTaryio, YTO MO3BOJISIET €MY CYIIECTBOBATDH
MOTeHIMaabHO oueHb moiroe Bpems (Vollmer and
Palumbi 2002: 2025; Willis et al. 2006: 502). Msarkuit
eBponeiicknuii kopas Alcyonium hibernicum, xots u
CUMITAaTPUYEH TOJIBKO C OJHHUM M3 IIpeAIiojara€MbIX
DOIWTENBCKAX BHIOB, TaKKe WMEET TUOPUIHOE
npoucxoxaenue (Mcfadden and Hutchinson 2004:
1501) u, mO-BUAMMOMY, XapaKTEPU3YETCSI MENOTIYE-
CKUM MapTEHOTEHE30M WMJIM OOJIUTAaTHBIM CaMOOILIO-
norBopenueM (selfing, «camoomnbLieHues ).

Buipl, coueTaromnue ruGpUIHOE TPOUCXOKIEHUE,
pasHble BapMAHTHl KJIOHAJIBHOTO HACTETOBAHUS U
MOJIMIJIOUIUIO, TOPA3ZI0 MHOTOYKCJIEHHEE TOMOILIO-
WIHBIX UK PEKOMOMHAITMOHHBIX BUIOB. AHAJIN3 pa3-
HOOOPA3HBIX JAHHBIX TPUBENT K (HOPMYIMPOBAHUIO
KoHIlenImu cetyaToit sBosonuu (bopkun u lapes-
ckuit 1980; BacuibeB 1985; [lapesckuii 1986, 1995;
IpeGenbubrit 2008; Bacuabes u ap. 2010). B pesyib-
TaTe HepBOHa‘IaJIbHOﬁ FI/I6pI/IlII/IBaIII/II/I AUTTTIONIHBIX
JBYHOJBIX (MEH/IEIEBCKUX ) BUIOB MOTYT BO3HUKATh
IUTLIOVTHBIE KJIOHAJbHbIE, Yallle BCETO OIHOIIOJIbIE
BHU/IBI, KOTOPbIE TIyT€M BO3BPATHOM TMOPUAM3AIN
o6pasyoT Buzibl ¢ (o0Jiee BBICOKOW TLUIOUTHOCTBHIO.
Ilepexonx OT M- K TONUIUIOWIWH OCYIIECTBIISIETCS
Yyepes3 Tak Ha3bIBAEMBIN mpunioudusii mocm (3n cra-
IINI0), XOTSI TEOPETUIECKH BO3MOXHBI U IPyTHE Ba-
puanTsl. Ha pacTeHusx 6bLI0 MOKa3aHO, YTO YPOBEHD
TeHETUYECKON TUBEPTEHITNN MEXIY POAUTETbCKUMU
BUIaMH IIPY TOMOILIOUAHOM IMOPUIHOM BHUI006Da-
30BaHUU B CPETHEM HITKE, YEM TIPU MOJUILTIONTHOM
(Chapman and Burke 2007: 1778). Ilpenmosara-
€TCs1, YTO TOJUILIOWINS Yalle JO/UKHA BO3HUKATDH
B YCJIOBUSAX HECTaOMJIBHOCTU CPEABl B TIEPUO pas-
MHO’KEHVSI, YTO HOJIBIIIE COOTBETCTBYET YMEPEHHBIM,
Hesxesm TponudeckuM perrnonaM (Mable 2004: 459).

BoNbIIMHCTBO  TOJUIIONAHBIX BUIOB  CPEXU
MHOTOKJIETOUHBIX >KUBOTHBIX — TeTPaIIounl (4n),
HO HeKoTopbie aocTuraioT 12n (Hampumep, cpemu
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a(ppUKaHCKUX IMTOPIEBBIX JIATYIIEK Poia Xenopus).
B Hacrosiiee BpeMsi TPUPOIHBIE TIOJUTLIIOW/HbBIE
KOMILIEKChI U3BECTHBI Y CAMBIX Pa3HbBIX KMBOTHBIX:
Cpev Pa3JNYHBIX TPYIII Y€PBEii, MOJLIIOCKOB, PAKO-
06pa3HbIX, MHOTOHOEK, THXOXOJOK, MayKooOpas-
HBIX, HACEKOMBIX M MTO3BOHOYHBIX, KDOME NITHII (CM.
Dowling and Secor 1997: 600; I'pebenbbiii 2008, Tab.
2). Bropax Asum ot Ilamupa 1o 3anagusix [umasnaes
oGHapyKeHbI JlaXke TEPBbIE 08Ynoivie TUOPUAHDBIE
BU/BI TO3BOHOYHBIX C Heuémnou (3n) TOJUIIION-
mueit (Stock et al. 1999, 2011; Bopkun u ap. 2011;
Litvinchuk et al. 2011; JIutBunuyk u ap. 2012), cama
BO3MOKHOCTb KOTOPBIX PaHEE OTPUIIATIACD.

TakuM 00pa3oM, CYET MBBECTHBIX THOPUIOTEH-
HBIX BUJIOB CPEAU KUBOTHBIX B NIPUPOJIE YK€ UIET
Ha COTHH, XOTsI U3y4eHUe TOTO CIOKHOTO IpoIlecca
9BOJIIOIUH C MOMOIIBIO aJIEKBATHBIX COBPEMEHHBIX
MEeTO/IOB HAYaJIOCh OTHOCUTENhHO HemaBHO (bopkun
u [lapeBckuii 1980: 502).

OnHaKo, MOMKUMO TIOJIOKUTEIBHBIX 4EPT, THOpU-
QIU3AITUST MOXKET MTPUBOAUTD K U3MEHEHUIO TeHO(DOH-
13, BBITECHEHWIO ¥ BRBIMUPAHUIO BUJIOB (CM. HUXKE).

Tubpuausanus v npoGIeMa OXPaHbl BUIOB

Ipuct Maiip (1968: 114) mosaran, 4To y XKu-
BOTHBIX TMOPUAW3AIMS Yallle BCETO MPOUCXOAUT B
M3MEHEHHBIX YETOBEKOM TIPHPOAHBIX KOCUCTEMAX,
rie ObLIM pa3pyIIeHbl MPErpagbl MeXIy OUOTOIaMK
(cm. Takxke Anderson and Stebbins 1954: 380). Xors
cefiuac yxe XOpOIIO M3BECTHO, rMOPUAM3AIMS BY-
JIOB — BTO €CTECTBEHHBII HBOJIOIMOHHBIN MPOIIECC,
YacTO TPOMCXOASIIUA B JUKON MPUPOJE, OIHAKO,
HECOMHEHHO, YTO BMEIIaTeIbCTBO YEI0BEKA CIIOCO0-
CTBYET €r0 YCKOPEHHUIO IIyTéM MacCOBOTO M3MEHEHUST
MeCT OOHMTaHUs, a TaKKe MUCKYCCTBEHHOTO paccelie-
uus BuoB (Remington 1968: 380—381; Hewitt 1989,
Table 4; Gardner 1997: 51; Allendorf et al. 2001: 616).
ITO MOXKET MPUBECTH K MOTEPE DKOJOTUUECKON pas-
HOPOJIHOCTY U K T€HETUYECKOM TOMOT€HU3aIUH, YTO
JIOJDKHO TIPMBJIEYh BHUMAaHKE HKCIEPTOB B 00IacTH
oxpaubl ipupozsl (Seehausen et al. 2008).
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Crusen O‘Bpaiien u 3. Maiip (O’Brien and Mayr
1991: 1187) yxasanu Ha OMAaCHOCTb HENPaBUJIBHOTO
TOJIKOBAHWUSI TIPOIIECCOB TMOPUIM3AIIMY [IJIST OXPAHBI
BuzoB (cum. takxe Allendorf et al. 2001: 614—615).
Coracto 3akonozpatenbctBy CIITA, ruGpumbl MeXITy
WICY€3AI0IUMY BUIAMU, TTOJBUAAMY VTN TIOTYJISIITH-
SIMU He JIOJDKHBI TToIexath oxpane. OTHaKo yoKe OX-
paHsieEMbIE BUJIBI U TIOJIBUBI MOTYT MMETh ITHGPUIHOE
MIPOUCXOK/IEHUE WK OBITh TEHETHIECKH MOIMMUITH-
DOBaHBI 32 CUET 3aMIMCTBOBAHUS UYXXUX TeHOB. B Ka-
4ecTBE MPUMEPOB OBLIY TIPUBEIEHbI TAK HA3bIBAEMAsT
daopuzackast maHTepa, MOABUA MPUOPEKHOTO BOPO-
6bs1 Ammodromus maritimus nigrescens, BEIMEPIIUH B
1987 r.,>* acuMMeTpUYHAS HHTPOTPECCHUSI TEHOB KOM-
ora (Canis latrans) B renomsl ceporo (Canis lupus) n
porkero (Canis rufus) BOIKOB. YKasaHHbBIE aBTODBI
TO/IIEPIKAIN W3JI0KEHHYIO BBIIIE «TUOPUAHYIO TI0-
smutuky» (Hybrid Policy) Tonbko B oTHOIIEHHH CO6-
CTBEHHO TMOPHIOB MEXy OMOJOTUYECKUMU BUIAMU
(B noHuManuu J. Maiipa). OzxHako, 10 UX MHEHHUIO,
CYIIeCTBOBaHME CTAOMIBHBIX THOPUAHBIX 30H HE Jie-
3UHTETPUPYET TEHETUUYECKYIO I[€IOCTHOCTh KOHTAK-
TUPYIONINX BUOB, KaK U CIyJYaiiHAs MHTPOTPECCUSL.

TeM He MeHee WHOT/IA MOXKET BO3HUKATH ITpobre-
Ma I11oTepu CTpOI‘Oﬁ NACHTUYHOCTU TOTO UJIN MHOTO
BUIa, KaK, HAIPUMED, B CJIy4ae PBIKETO BOJIKA.
JleficTBUTENBHO, pa3pylIeHIe OMOTONA ¥ TajleH¥e
yucaeHHoctu Canis rufus Mo3BOJISIET KOMOTY BHe-
IPAThCS B ero apeaj. VX ruGpuamsanusi mpuBesa
K MCYEe3HOBEHWUIO TOYTU BCEX IMOMIYJISLHI PBLKETOo
BOJIKA M3-32 TEHETHMYECKOro cMenreHus.>” B jiurepa-
Type O6CYKAAeTCsI BOIPOC O BO3MOKHOM THOPHII-
HOM IIPOUCXOKIEHUM U TAKCOHOMHUYECKOM CTaTyce
PBDKETO BOJIKA B PE3yJbTaTe CKPEIUBAHUS CEPOTO
BOJIKA U KOMOTA, TPUYEM JAIOTCS Pa3IUYHBIE OIEH-
KM Bo3pacTa Bua (OT COTEH IO THICSIY JIET), XOTS
€CTh ¥ TPOTUBHWKYU 3TON TMOPUAHON KOHIIEMIINN
(cm. Rhymer and Simberloff 1996: 87; Allendorf
et al. 2001: 619; Shurtliff 2011: 9). IoxaratoT, uTo
6uosornueckas Kouuemnmusa Buga (Maiip 1968) He
OY€Hb MPUTOHA B OTHOIIEHUY THOPUAUSUPYIOMIUX

3B 1980 r. maTh ocobeil GbLIM CKPENIEHBI B HEBOJE ¢ MOPGHOIOTUYECKU OJUBKUM U TakkKe (PIOPHICKUM MOABUIOM
Ammodromus maritimus peninsulae. Onnaxo B 1981 1. 66110 BbICKa3aHO 0GHUIUATBHOE MHEHUE, YTO THOPUIBI MEXKILY HUMU
(KaK ¥ Mex/y JI0ObIMY APYTUMU MIOABUAAMM ) HE MOTYT IIPEACTABIATh HHTEPECA B IJIAHE CIIACEHUS BHIMUPAIOIIUX BUIOB

(The Endangered Species Act).

5K 1980 r. pbLKHMiT BOJK PacCMATPUBAJICS KaK TOJHOCTHIO BHIMEPINUN B MPUPOE. BCsl HBIHENTHSISA TOMYISANNS PhIKUX
BOJIKOB IIpou3onLIa oT 14 ocobeii, cogepsxapuuxcs B HeBoJie. Celiuac B Mupe HacuuThiBaercst mpumepHo 270 ocobeit, 100
U3 KOTOPBIX ObLIO BhIMymieHo Ha Bouio B CeBeproii Kaposvte. BuoBoii ctaTyc phixkero BOJIKa, KaK ¥ €r0 THOPULHOCTS,
ocrapuBaercst; GOJIbIIMHCTBO aBTOPOB IIOJIATA€ET, YTO OH IMPOU3OIIEN OT KoloTonono6Horo npenka (cm. Shurtliff 2011: 9).



Tubpuausanus, BUI00Opa3OBaHUE U CUCTEMATHKA JKUBOTHBIX

BHIOB B ITaHe ux oxpansl (Perry et al. 2001a: 1664,
2001b: 1163).

Kapmossie peiObi poza Gila, oburaronue B 6acceii-
He peku Kosopazo Ha ceBepo-3anazie CIIIA u Haxo-
JISITIAECST B YTPOKAEMOM COCTOSTHUH, TaK)Ke BBI3bIBA-
10T 03a604eHHOCTh. HeoObraHoe Mopdoornyeckoe
U TEeHETHYEeCKOe pasHoobGpasue, 06yCIOBIEHHOE TH-
Gpuau3arieii, MPUBOAAIIEH He TOJIBKO K MHTPOTPec-
CHM TEHOB, HO JJaKe K BOSHUKHOBEHWIO TMOPUIHBIX
BUIOB (CM. BBIIIE), MPEANOJaraeT pa3paboTKy Mep
0 OXpaHe BCETO KOMILIEKCA 9TUX PhIO, & HE TONBKO
OTZIETBHBIX €TO YWIEHOB (BUIOB ¥ MOJBUIIOB), C TEM,
YTOOBI IIeHHAS TEHETUYECKAs U3MEHUYUBOCTH He ObLIa
yrepsiHa Hasceraa (DeMarais et al. 1992: 2750).

Ocobyto TpobsieMy MPENCTABISIOT Pa3IUYHOTO
pola BCeNEHWsI ¥ WHTPOAYKIIMK PA3HBIX BUIOB B
yysxue 30HbI obutanus (Mooney and Cleland 2001:
548), 4TO MOJKET BBI3BATh TMOPUAM3AINIO C MECTHBI-
MH BUZaMU. JTO MOKA3aHO B 1IEJIOM psifie paGoT mo
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), peursim pakam (Perry
et al. 2001a, 2001b), xBoctarsim amdpubusim (Arntzen
2001: 983; Ryan et al. 2009: 11169; JIuTBUHYYK 1
Bopkuu 2009: 177) u onersim (Goodman et al. 1999).

B psane ciydaeB ruGpuamsaivisi MOXKET MPUBO-
[T K BBITECHEHWIO M BRIMUPAHUIO BUI0B. Ocobyi0
OCTPOTYy 3TO mpuoOpeTaeT IPH KOHTakKTe Ooiee
MHOTOYKCJIEHHOTO BHZA C PEIKUM, HA UYTO YKaza
emé B.A. 3acmasckuii (1967: 7). UnTpomykuus
CEeBEPOAMEDPUKAHCKOM KpSKBbl Anas platyrhynchos
B HoByio 3enanauio mnpuBesa K rMOPUAU3ANUM C
MecTHO# Anas superciliosa ¢ oOpazoBaHMEM DEIIPO-
JNYKTUBHO YCIEIIHBIX THOPUAOB U OUjaTepajbHOI
WHTPOTPECCHEH, UTO, TIO-BUAUMOMY, TIPUBEAET K
TOTepe WAEHTUYHOCTH AGOPUTEHHON YTKHM KAk OT-
neabroro Bua (Rhymer et al. 1994: 976). sBectHO
MHOTO aHaJIOTUYHBIX CJIy4Ya€B, KaK C NITUIlaMU, TaK 1
npyrumu xxuBotHbIME (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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