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PE3IOME

MopdomeTpruecknii ananms 84 yeperoB B3POCAbIX caMIIoB Ursus arctos c ocTpoBOB 105KHOH yacTi OXOTCKOTO MOPST
BBISIBUJI Pa3JIurist MKy OypbIMU MeBenstMu ¢ 0. Xokkaiino u 0xubix Kypui (U. a. yesoensis), ¢ OIHON CTOPOHBI,
u TakoBbiMHE ¢ 0. Caxannh, [[laHTapcKux 0-BOB U MpHJIesKanieil gactu azunatckoro marepuka (U. a. beringianus), ¢
JIPYTOil CTOPOHBI. AHAIN3 TaKKe BBIABUI KPAHHOMETPUIECKHE OCOOEHHOCTH MeIBeIeH B TPEX TEHETUIECKU Pas-
JIYAIOINXCS TPYTIax Ha XOKKaiao 1 mokasas cxoacTso Measeneit [0xubx Kypua (o. Utypym u o. Kymammp) ¢
MezBeaaME BocTouHol rpynmnbl (B) Xokkaiigo. Juddeperunanus Measeaeil Ha TpyIibl 00ycJa0BIeHa TJIaBHBIM
06pa3oM BapbUPOBaHUEM IIUPUHBI IIePeOPATbHON YaCTH U OCHOBAHUS YePeria, a TAKsKe BHICOTHI HUKHEl YeJIFOCTH.
Meagenu ¢ CaxanuHa GJM3KU K MATEPUKOBBIM, HO UMEIOT MEHBbIIIIe Pa3Mepbl 1 6oJiee y3KUii Yepern B 3aria3HIIHON
obaactu. Mopdomerpuueckue JaHHble He KOPPEIUPYIOT C IIPEAIoIaraeMbIMU CPOKAMU PACCEJIEHHSI PA3HBIX TPYIIIT
Gyporo mMenBe/is Ha XOKKAHA0 W OTPEIESIIOTCS, BEPOSTHEE BCETO, TOKATBHBIMU /Il TAIMAMHU TTOMyIsAmii. B pa-
6oTe BIIEpBbIE OIpe/ieJIeHbl KOJIMUeCTBeHHbIE (MH(POPMAIIMOHHbBIE) XapaKTePUCTUKKI MOPGOIorndeckoro (Mopho-
METPUUYECKOr0) Pa3HOOOpasKs YeperoB MeiBe/lell PasHbIX MOABUAOB, KOTOPbIE BaKHBI /11 CDABHUTEIbHBIX UCCIe-
nosanuii. Yepen U. a. yesoensis xapakTepusyercst HA3KOU BaprabebHOCTBIO 110 cpaBHeHuto ¢ U. a. beringianus
apyrumu noasuaamu 6yporo measesst. ChopmynnpoBata rumoresa o 6osiee BBICOKOI MOPHOIOTHIECKO crera-
musanuu U. a. yesoensis, U. a. beringianus v U. a. piscator otHocutesbho U. a. arctos u U. a. collaris.

KioueBsie cioBa: Gropastnoobpasie, reorpaduueckasi ©BMEHYHBOCTH, MHOTOMEPHOE IITKAJIMPOBAHHE, OCTPOBA I0Ta
Oxotckoro mopst, sutponust [llennona-Yusepa, Ursus arctos
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ABSTRACT

The morphometrical analysis of 84 skulls of adult males of Ursus arctos from islands of the southern part of the
Okhotsk Sea has revealed differences between brown bears from Hokkaido and South Kurils (U. a. yesoensis)
and bears from Sakhalin, Shantar Islands and adjacent part of Asia (U. a. beringianus). The analysis has revealed
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craniometrical features of bears from three genetically different groups from Hokkaido and has shown similarity
of bears from South Kurils (Iturup I., Kunashir 1.) with bears of the eastern genetic group (B) from Hokkaido.
The differentiation of bears into groups is mainly caused by the variation of width of the cerebral part and the
basis of the skull and of the jaw height. Bears from Sakhalin are close to the continental ones, but have the smaller
sizes and narrower skull in the postorbital area. The morphometrical data do not correlate with the supposed
time of immigration of different groups of the brown bear to Hokkaido. Most likely, these data are defined by
local adaptations of the studied populations. In our work, quantitative (informational) characteristics of the
morphological (morphometrical) diversity of skulls of bears of different subspecies, important for comparative
studies, are defined for the first time. Skull of U. a. yesoensis is characterized by a low variety in comparison with
those of U. a. beringianus and other subspecies. The hypothesis about rather high morphological specialization of
U. a. yesoensis, U. a. beringianus and U. a. piscator in comparison with U. a. arctos and U. a. collaris is formulated.

Key words: biodiversity, geographical variability, multidimensional scaling, south islands of Okhotsk Sea, Shannon-
Weaver entropy, Ursus arctos
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BBEJAEHUE

Bypsiit measens (Ursus arctos L., 1758) siBisiercst
XOPOIIUM 00BEKTOM JIJIsI U3YUEHUST KOJIMIECTBEHHBIX
XapaKTEePUCTUK MOP(OTOTHIECKOTO PasHOOOpasUsL.
ITO — FOJTAPKTUYECKUT TTOTUMOPGhHBII BUT, YCIIETTHO
HePeKUBIINI 100aIbHYIO TIEPECTPOIKY DKOCUCTEM
Ha TpaHulle TelicToieHa u rojomneHa. B EBpasuu u
CeBepHoii AMepuKe UCTOPUYECKU C(HOPMUPOBATICH
MHOTOYMCJIEHHDbIe Teorpacdhuiyeckue pachl MeBeneit
(bapprmaukos  2007), xapakrepusylomuecs pas-
JIMYHON crenuau3aiueil. Bypoiii MeaBeqb SABISAET-
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Puc. 1. Pacnionosxkenue rpymnn A, B u C U. a. yesoensis na 0. Xok-
kaiizo (no: Matsuhashi et al. 1999).

Fig. 1. Ranges of U. a. yesoensis groups A, B, and C on Hokkaido
Island (according to Matsuhashi et al. 1999).

cs1 OOBEKTOM MOJIEKYJISIPHO-TEHETUYECKUX (B TOM
yucsye dunoreorpapuuecknx) MCCAe0BAHUHN, YTO
TaK’Ke [103BOJISIET B IIMPOKOM KOHTEKCTE CPABHUBATD
PEe3yJIBTaThl, OTpaXKaIoONe Pa3Hble YPOBHU OPraHU-
3a1UU GUOJIOTMYECKOTO PA3HOOOPasusl.

N3yueHre TeHETUKH OYPOTO MeIBEs] BBISBUJIO
MPUCYTCTBUE Ha OCTpoBe XOKKaWI0 Tpex ajjiomna-
tpudeckux rpyii (A, B u C; Puc. 1), kaxxnas us xo-
TOPBIX XapaKTepusyercst crenuuieckuM HabopoM
rarrotunioB  mutoxonzapuansaonn JITHK (Tsuruga
et al. 1994; Matsuhashi et al. 1999, 2001; Masuda
et al. 1998, 2001). Xapakrep AUBEPreHIMN MEXKILY
TpYTIIIaMHU, BEPOSATHO, OTPAXKAET TTOCTE0BATETHHBIC
aTallbl MMTPAIIMOHHBIX BOJH paccejcHUsl MelBe-
Jleil 110 CylecTBOBaBIIMM B I103/[HEM ILIelcToleHe
CYXOITyTHBIM MOCTaM, CBSI3bIBABIIUM XOKKAHI0 €
a3MaTCKUM MaTepukoM. B paMkax aTo# THUIIOTe3bl
oskHast rpyina C mpecTaBisieT IOTOMKOB HanboJiee
paHHeil M3 COXPaHUBINNUXCS MUTPAIMOHHOM BOJIH.
Cuemytomumii aTarn 3acejieHUsI OCTPOBa acCOIUUPY-
eTcsl ¢ BOCTOYHOM rpyrminoit B. B nienTpanbHoii yacTn
OCTPOBA PACMPOCTPAHEHBI MEIBEIN TOCTETHEH TT0
BPEMEHM MWTPAIMOHHOW BOJIHBI (Tpymma A), KOTO-
pbie paccesninch Ha XokKaiizo ¢ CaxajinHa B caMOM
KoHIle TureiicronieHa. IIpm arom mo pesynasraTam
(buHreprIpUHTHHTA, C OIHOM CTOPOHDI, FTEHETUYECKOE
pasHooGpasue BHyTpu rpynn Hesenuko (H: 0.241,
0.302), a ¢ ApyToii CTOPOHBI, OTHOCUTENBHO HEBEJNKA
u ux reHernueckast guddepennuars (Tsuruga et al.
1994). OrtHOCUTENBHO CJIA0YI0 TeHETUIeCKyo aub-
(hepentmauio rpynnupoBok MenaBenell XOKKaiino
MOJITBEPKAAIOT PE3yJIbTaThl CPABHEHUS UX C KOHTH-
HEHTAJIbHBIMU €BPA3UNHCKUMU IIOIYJISIMAMU BU/IA
(Masuda et al. 1998).
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MoJiekyIsIpHO-TeHETUYeCKUe  MCCIIeIOBAHUS  BbI-
NESTIOT  TISATh  COBPEMEHHBIX TEHETHUYECKUX  KJIaJl
OGyporo MeiBels B IpejiesiaX ero BUIOBOTO apeasia
(Matsuhashi et al. 2001). Knaga I obGbepunser
OCTPOBHBIE MOMYJISATIHH, OGUTAOIIHE Y F0KHOTO M0Oe-
pexbs Ansckn (redernuecku Haubosree 6usku K UL
maritimus Phipps, 1774). Knaza 11 Bxioyaer moiy-
JISITIAH, paciipocTpaHenHble B Boctounoit EBpore ,
BeposITHO, Ha ceBepe EBpasun, Bkitouas bepunrnio.
K aTo0i1 xitame na XoKKaiigo MpuHAAIEKAT MeIBEIN
tenTpasibHoi rpymibl (A). Knaxy 111 o6pasyior mes-
Be/ln BocTOoKa Asisicku u ceBepa Kanajipl. B Hee Bx0-
AT Takske MenBean rpynnbel B ¢ Xokkaiigo. Knana
IV BruiouaeT menBesel, JKUByIUX Ha ore Kanajbl
n B CIIIA. Haxownern, 3amagHoeBporeiickas KJanaa
V pacnagaercs Ha aBe CyOKIagbl — MOEPUHCKYIO 1
GankaHcKyo. OOHaPYKEHO CXOJCTBO 110 MUTOXOH-
npuanbroit [IHK mesxy MeBeasiMu 105KHOM TPYTITTBI
(C) ¢ Xoxkkaiizo u mMeasensamu, oburaommumu B Tu-
6ere (Matsuhashi et al. 2001).

[lepBble  KpaHMOMETPUUYECKHE  HCCJETOBAHUS
6yporo meznBenst XOKKalgo BbIABUIN “KIWHAIbHOE”
yBeJIMUEHUe Pa3MePOB KUBOTHBIX C IOTO-3aliajia Ha
ceBepo-BocTok (Yoneda and Abe 1976). Usyuenue
GoJiee TIPeCTABUTEIbHOIO MaTeprasa IOATBEPANIO
HaJMY1e TaKOW TEHIEHITIH, KOTOPAst COTIPOBOKIAET-
€SI OTHOCHUTETHHBIM YBEJTUYEHUEM BBICOTBI MO3TOBO-
ro OT/esIa Yepera U yAJIUHEHNeM HUKHEUETI0CTHON
koctu B ToM ske HampasseHuu (Ohdachi et al. 1992).

B nasibHeiinieM Oblla yCTAHOBJIEHA CBSA3b MEXKIY
reorpadgmueckoil I3MEHYUBOCTHIO W TPYTIIIAMK TaTLio-
TUTIOB W TIOKa3aHa Mopdosiorndeckas auddepeniima-
U1 9TUX TPYII 110 YePElHbIM 1 3yOHBIM IIPU3HAKAM
(Baryshnikov et al. 2004). 910 nccnenoBanme moaTBEp-
JIAJIO, 4TO HanboJjiee MeJIKKe MeABEIM MPUHAJIEKAT K
tokuoit rpymme (C). Camirsl BoctouHoi rpymibl (B)
XapaKTePU3YIOTCSI OTHOCUTEIBHO MEJTKUME MIEYHbIMU
3ybaMu, ¥ 110 9TOMY IIPM3HaKy rpyimna B naubosee
muddepeHIpoBana oT ocTaabHbIX. [lo MEEHNIO aBTO-
POB, TEHETHUYECKU He MCcaeoBaHible MenBenu ¢ IOx-
Hbix Kypui (octposa Utypyn n Kynaump) 6imsku K
MeskuM MezsensM Xokkaiino (U. a. yesoensis Lydekker,
1897), a He k Gojiee KpyIHbIM Me[BensM IIpumopbst
n Caxamua (U. a. beringianus Middendorff, 1851).
Cpasrenne Oypoix Menseneii ¢ Xokkaiizo u Caxaimma
ITPOJIEMOHCTPUPOBATIO MX YETKYI0 pazMepHyio mubde-
peHImaimio. Bpio 00Hapy:KeHO TaksKe, 4To reorpadu-
YeCKUe PasiIMiusi CaMOK MeJlBe/iell 6osiee BBIPasKEHbI
110 CPaBHEHUIO C CAMI[AMH, YTO MOKET ObITh 0OBSICHEHO
uX BbICOKOH (hrutonarpueit (Mano 1994).

JlanHag pabora NPOMOJKAET KpaHHOMeTpUYe-
CKH€ HCCJIEI0OBAHUSI OCTPOBHBIX TOMYJISIINNA OYPbIX
MezBeielt noaBuaa U. a. yesoensis ¢ NCNOJb30BaHuEM
nonosiHuTebHOr0 MaTepuasa ¢ Caxannna u KOxubIX
Kypui. Ona Bkjiouaet uccieioBanne ux MmopgoJio-
rudeckoii juddepeHiauy ¢ IpuMeHeHneM MHOTO-
MEPHBIX METOJIOB aHAJIN3a, CPABHUTEJIbHBIN aHaIn3
M3MEHYMBOCTU SITOHCKUX Me/Be/Iell OTHOCUTEIHHO
noxsunos U. a. beringianus (Ilpumopse, IlanTap-
ckue o-Ba, Caxanun), U . a. piscator Pucheran, 1855
(Kamuatka, Ces. Kypuunr), U. a. arctos (eBpornelickas
yacTh Poccun, 3amannast, Cpennsast m Bocrounas Cu-
6upb) u U. a. collarias Geoffroy et Cuvier, 1824 (Ax-
taii, CasgHbl, 3abaiikaibe), a TAKKE KOJMYECTBEHHYIO
orieHKy Mopdosioruueckoro (MophoMeTPUYECKOrO)
Pa3Ho00OPa3ust UCCIEAOBAHHBIX MOy JISIIIHIA.

MATEPHWAJI 1 METO/1bI

UccaenoBanbl KOMTEKIUN 300J0THYECKOTO WH-
crutyra PAH (3UH, Caukr-Tlerepbypr, Poccust),
WNucrturyra Mopckoit teosiorun u reopusuku PAH
(MT, IO:xno-Caxanunck, Poccust), 3oosornyecko-
ro myses MI'Y (3MMY, Mocksa, Poccus), Natural
History Museum (NHM, Jlonmon, BenukoGpura-
Hus ), Hokkaido Institute of Environmental Sciences
(HIES, Canmopo, dnonus), Field Sciences Center of
Northern Biosphere, Hokkaido University (FSCNB,
Tomaxomau, SInonmsa), National Science Museum
(NSM, Toxwuo, Anonus).

Bcero usyuetibl 52 yeperia B3pOCIbIX CAMIIOB Me/I-
Bezeit U. a. yesoensis n 32 uepena U. a. beringianus,
B ToM unciie 19 ax3. uz IIpumopbs, BKJIOYas 4 9K3.
¢ HTanrapckux 0-BoB, 13 ak3. ¢ Caxanuna, 46 9K3. ¢
Xoxkaiino u 6 9x3. ¢ I0xupIx Kypmi (4 — o. Kyna-
mup, 2 — o. Urypyn). ITo mecry cbopa maTepuasa
BbIOOpPKa ¢ XOKKaiizo Oblyia pa3buTa Ha TPU TPYIIIIBI,
MIPEAITTONOKUTETBHO OTHOCSIIIMMCST K T€HETUYECKUM
rpymmam A (12 5k3.), B (6 9k3.) u C (28 9x3.). O6bem
Marepuania 1o noasuny U. a. piscator cocraBun — 32,
o U. a. arctos — 75, no U. a. collarias — 27 yepenios
B3POCJIBIX CAMIIOB.

Cxema u3 26 mpomepoB npuBesieHa Ha Puc. 2.
Howmepa poMepoB U UX Ha3BaHUS COOTBETCTBYIOT
onybaukoBaHHbiM paHee (Bapeiraukos 2007,
c. 13). Viamepenusi 1npou3BOAMIN MeXaHUUECKUM
NITaHTeHTUpKyJaeM Gupmbl “Mitutoyo” ¢ TouHO-
cthio 0.1 Mm.

IMoxBumoBast cucreMarnka 6yporo MeIBeIst TpH-
BozmuTcst o bapernmuaukosy (2007).
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Puc. 2. Cxema mpomepos yeperna U. arctos.

Cokpawenus: 1.1 — obuas pymna; L2 — konpninobazanbias ainna; L3 — ocnoBnas jimna; L4 — qymra Mosrosoro otaena; L5 — aimma
JITEBOTO otena; L6 — sumesas jumna; L7— amna koctHoro néba; L8 — mmina Bepxuero 3yororo psiaa C1 — M2; L9 — auiina Bepxmero
psiaa miednnix 3y6os P4 — M2; W10 — ckysoBas mmpuna, W11 — mmpuna Mo3roBoii kopoOokm; W12 — HanMenbiuas mupuia Jeperna
(mmpuHa BucoyHOTO cyskerusi); W13 — mexriasnnanas mupnia; W14 — mmpuna B 3aTbIOYHBIX Mbiiienkax; W15 — Macrounast mm-
puna; W16 — mmpuma koctHoro néba y saanenéonoit Boipesku; W17 — nanGosrbinas mupuna KoctHoro néba;, W18 — mupuna B KJIbIKax;
W19 — manbosbinmii quamerp rorasnuiel; H20 — Boicora sarbiika; L21 — ummna HuskHedemocTHoi Koctu; L23 — juimia HUsKHero 3y6Horo
psima ¢l — m3; L24 — ayimia HUsKHero psijia mednbix 3y60s p4 — m3; H25 — BbIcoTa HUKHEYEMOCTHON KOCTH B BEHEYHOM oTpocTke; H26 —
BbICOTA HIKHEYEIOCTHON KocTh nozaau m1; H27 — BbicoTa HUAKHEUENTIOCTHON KOCTU B 06J1aCTH IMaCTEMBbI.

Fig. 2. Scheme of skull measurements in U. arctos.

Abbreviations: L1 — total length; L2 — condylobasal length; L3 —basal length; L4 — neurocranium length; L5 — viscerocranium length; L6 —
length of rostrum; L7— palatal length; L8 — tooth-row length C1 — M2; L9 — tooth-row length P4 — M2; W10 — zygomatic width; W11—
neurocranium width; W12 — minimal skull width (postorbital width); W13 — interorbital width; W14 — condylar width; W15 — mastoid
width; W16 — minimal palatal width; W17 — greatest palatal width; W18 — width of rostrum (at canines); W19 — greatest diameter of
orbit; H20 — cranial height; 1.21 — total length of mandible; .23 — mandibular tooth-row length ¢1 — m3; 1.24 — mandibular tooth-row
length p4 — m3; H25 — height of mandible at vertical ramus; H26 — height of mandible behind m1; H27 — height of mandible at diastema.
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VcxomHast cratucTHyeckas THIIOTe3a COCTOSIA
B TIPEIIIOJIOKEHUN O TOM, YTO U3MEHYNBOCTb HOCUT
UCKJIIOUUTENBHO CJIYYaWHBIH, CTOXaCTUYEeCKUHM Xa-
pakrep. B posin 0CHOBHOTO 00hEKTa aHAJIM3a BHICTY-
nasin ocobOu, a He 3apaHee 3a/laHHbIe reorpadudaeckue
BBIOOPKU.

B Xome MHOrOMEpPHOTO aHaIM3a NPUMEHSJIICH
HOJIXOJIbI, aTPOOUPOBAHHbBIE paHee Ha APYTUX Miie-
kormraomux (Adpamos u [Tysagenko 2006; Boecko-
pos u Ilysauenko 2001; 3arpebenbHbiii u [TysaueHko
2006; Kynpusnosa u ap. 2003; IToranosa u ap.1997;
[Tyzauenko n mp. 1999; Ilysawenxo 2000, 2001,
2003a, 20036, 2006; Ilysauenko u 3arpebGesbHbLil
2008; Payruan u ap. 2003; Abramov and Puzachenko
2005; Baryshnikov et al. 2003).

OcHOBHBIE 2Tl PENIEHUS 331291 OTIMCAHUS 13-
MEHYMBOCTH Yeperna BKJIoYanu: 1) ctangapTusamio
MEePEMEHHBIX U TOJlydeHue MaTpull MopdoJiornye-
CKUX JINCTAHIMHA MEKIY BCEMU TapaMu ocobeil Ha
6ase eBKJIMAOBON MCTAHIIUU U PAHTOBOW KOPPEJIsi-
mnn Kenpania; 2) oneHKy MUHUMAJIbHON pasmep-
HOCTHU JIJIS MOJIEJT HEMETPUYECKOTO MHOTOMEPHOTO
mkanuposanust (Shepard 1962; Kruskal 1964) u
pacueT JIMHEWHO HECKOPPEJUPOBAHHBIX IE€pPeMeH-
HBIX, COJEPIKANNX OCHOBHYIO MH(MOPMAIUIO 00 13-
MEHYUBOCTH OCEil MHOTOMEPHOTO MIKAJIUPOBAHUS
(OMIII"); 3) 610IOTUYECKY |0 MHTEPIIPETALIAI0 HOBBIX
MEPEMEHHBIX C MCTIOJIb30BAHNEM KOPPEISIIMOHHOTO
aHasmsa (patrosas koppeasanus Crimpmea, r,) ¢ uc-
XOIHBIMU IIpoMepaMu; 4) Kiaaccuduranmio ocobeil ¢
UCIIOJIb30BAHUEM [I€PEMEHHBIX, TIOTYYEeHHbIX Ha ATa-
e 2 MeTo/laMi MepapxXuuecKoii 1 HenepapXudeckomn
knaccudpukanuit (Yusamuamc u Jlanc 1986; AiiBassta
u ap. 1989; Sattath and Tversky 1977); 5) ananus us-
MEHYIBOCTH OT/AETBHBIX TPOMEPOB.

B pabore mpuUMEHSIINCH W TPAJAUIIMOHHBIC Hema-
paMeTpUYecKue METO/Ibl OJJHOMEPHOr0 aHAJIN3A: TECT
Kpackesnna-Yosnca 1 0lHOMEPHbBIiA TUCTIEPCUOHHBII
aHAJTH3.

WcxomubiMy TaHHBIMA JIJIST U3MEPEHUH Pa3Hoo-
Opasus 6bin OMIIL. Bo-11€pBbIX, Mbl HCIIOJIb30BAIN
UX KaK MPU3HAKU JJIST AUXOTOMHUYECKON KJaccudu-
Kaluu BbIOOPOK. JIuXoToMIUYecKast KaacCcupuKarust
(ITysauenko 1O. u np. 2004) nocsenoBaTesbHO AETUT
BBIOOPKY Ha KJIACCHI 110 OCHOBaHUO jiBa. Kiaccudu-
KaIusi TTPOIOJIKAETCS IO TeX MOP, MOKA IIeHTPHI Ts-

JKECTH TIOJIMHOKECTB TI0 CPAaBHUBAEMBIM TTPU3HAKAM
CTAHOBSITCS TOXK/IECTBEHHBIMHU /IO J/IECATOTO 3HAKa
WJIW TIOCJIE/TYIOTIINE UTEPAIUU HE U3MEHSIOT COCTaBa
BBIJIEIEHHBIX MHOKECTB. UMCII0 KIIaccoB IS KasK/10-
ro yposHs (L) mpu gocraTouHoM o6beMe BHIOOPKH
U MaKCHMAaJIbHO BO3MOXKHOM pasHooOpasuu K = 2%,
[lns kaskoro ypoBHS KJ1accu@ukaluy pacCynuTbiBa-
JI Mepy WHHOPMAIIMOHHOTO PasHo0Opa3ust — CTaTH-
ctuyeckyio auTponuio Illennona-Yusepa (H) u ee
saBucumocts ot L (H = dL). Ecau paccmarpuBaemast
cucremMa cranuonapha, d (uHMOpMaIMOHHAS pas-
MepHOCcTh; 0<d<1) mo/kHa OBITH OAUHAKOBA sl
Bcex yposHeil knaccudukamuu. ITocroguerso d
[Ipe/iIoJIaraeT coXpaHeHue MIpaBull, olpeiessonnx
(hopmupoBanue KjacTepoB Ha PasHbIX YPOBHSX
kaaccudukamyn. Yem Oiske 3HaueHne uHbOpMa-
[IMOHHON pa3MepHOCTH K 1, TeM 1oJHee peanusyercs
TEOPETHYECKH BO3MOKHOE PasHooOpasue.

B ycroBusix paBHOBecus®> pacipesesieue ocobeit
[0 KJacTepaM JIUXOTOMUYECKOW Kjaccudukaiuy,
KaK [1PaBUJIO, OIUCHIBAETCS OJJHUM 13 KAHOHUYECKUX
panrosbix pacnpenenenuii (Jlesuu 2007; Ilysauen-
ko [0. 2006, 2007). B paccmaTpuBaeMOM HaMU CJIy-
gae 910 Gy/IeT KOHCTAaTallueil OTCYTCTBUST aKTHBHBIX
ABOJIOIMOHHBIX TTPOIECCOB BHYTPUBHUI0BOH ndde-
pennmanuu. B kauectse Mojesieit GbITH TECTHPOBAHBI
paHroBbie pactpeseaerst: Tu66ca (9KCIOHEHITHATB-
Hoe) — p, = el* AW

u [lunca (runepbommaeckoe) — p. = gl

rJ1e p, — BBIOOpPOUHAs BEPOATHOCTD KJIACTEPA C PAHTOM
i(i=1,2K . =2, a A — napamerpsl. Knacrepsr
VIIOPSIZIOUUBAIOTCS TI0 YUCITy 00pa3yIoNHX UX 0CO-
Geit, TaKk YTO TIEPBLIA PaHT TPUCBANBAETCS CAMOMY
MHOTOuKCcIeHHOMY uX HuX. CojepskareabHas 6GHO-
JIOTHYeCKas MHTEPIIPeTAIIs aHAIN3a PAHTOBBIX Pac-
npejeneHnii 8 Mopdomerpun He paspaborana. Cam
nosixo/1 xoporio uzBecten (Jlesuu 2007) u mupokro
UCIIOJIb3YETCS B IKOJOTUYECKUX HUCCIEIOBAHUIX
CTPYKTYpHI coobiecTs. PazpaboTka 9TOro Hampas-
JieHnst B MOPGOMETPUU TTIO3BOJIUT TIOTYYUTh TEXHU-
YeCKH MPOCTON MHCTPYMEHT JIJIsI OIIeHKH TEKYIIEro
COCTOSIHUS Pa3HOOOPasusi 0ObeKTa U MPOrHO3a €ro
BO3MOXKHON TITHAMUKH.

[TopGop pacmpesiesieHuii  OCYIIECTBISETCS O
BeunHe KOI(phUIMEHTa NeTePMUHAIINN perpec-

! B tekcre OMIII, BocipousBozisiiie MBMEHYHBOCTH pa3MepoB, obosHadaiores kak E1, E2 ... Em., a usmenuusocts popmbr — kak K1, K2 ... Km.
2 B jaHHOM CJIyYae o/ COCTOSTHISIMI PABHOBECHST TOHUMAETCST 9BOJIIOIIMOHHOE COCTOSIHIE TOMYJISIIIIN FJIH COBOKYITHOCTH TOTTYJISITIA,
XapaKTepusyIoleecst HaTHYHeM TOJbKO 00PaTHMOIT BO BpeMeH! H3MEHUYHBOCTH.
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CUOHHON MOJEIM U IO BEJIUYUHE OTHOCUTEIbHON
srrponun Kysnpbaka-Jleiibiaepa (Kullbak and Leibler
1951) (DKJI):

k D
J =3 (p)log, (?’)
=1 [

rae P, — oneHka BEepOATHOCTH PaHra i JJis MOJIEJb-
HOTO PAHTOBOTO pacrpe/esieHrs. BenuynHa oTHOCH-
TEJIbHOW SHTPOIUU SIBJISIETCSI MEPON PACXOKAEHUS
MOJIEJIBHOTO U HabJTI0IaeMOTO PAHTOBBIX PAaCIIpeiesie-
HUI, OTpaskast, TakuM 06pa3oM, CTeNeHb OTKIOHEHUS
OT PAaBHOBECHOTO (CTAIIMOHAPHOTO) COCTOSTHUSI.
Bropoii cioco6 uaMepenust pazHooOpasuist TakKe
CBSI3aH C WUCIOJb30BaHUEM WHGOPMAIMOHHBIX I10-
kazareseii Ha ocuoBe OMIIIL. ITockonbky OMIII
JIMHEHO HEe3aBMCUMBI, 00111as BEJIMYMHA UX Pa3HOO-
Opasus paBHa
H=- pl.log2 D;

k]

M

k
Jj=1i=1
npy uucse rpaganmii k& = log,(N)+1 (N-o6bem BbI-
6opkm); d — pasMepHOCTb MOJEIU MHOTOMEPHOTO
mkaaposatust (uucyo oceir MII), p,= n/N, Zp,_,.
Jlnst cpaBHEHMsT Pa3HOOOpPasust BBIGOPOK PasHOTO
obbeMa MCIO/Ib30Ba/ICs HOPMUPOBaHHbIil Ha log, (k)
Ge3pasMepHBIl [I0KazaTe/b — BbIpaBHEHHOCTh (E =
H/dlog,k)), ne saBucsmuii ot ync/a rpajanmii psja,
U 0OpaTHBIil K HEMY MOKa3aTelb — MEPY OPraHu30-
BaHHOCTH pasHooOpasus (O = 1-F). YeM Bbilie 3Ha-
yenue O, TeM CUJIbHEE BBIPAKEHO B3aMMHOE OTPaHU-
YeHNe M3MEHYNBOCTU IIPOMEPOB, CHJIbHEe BIIUSHIE
axkTopoB, orpanmumMBaIUX MopdoIornYecKoe
pasnoobpaswe u T.00. JIJist SHTPOITUK U MEPBI OPTaHu-
30BAaHHOCTH OIEHMBAJIACH CTATHCTHYECKAs OMMOKa
(JIebenesa u Kpusoayukuii 2003).

Camo pacnpenenenne 3nadennii OMII moxer
cozepkaTh MHGOPMAIUIO O “9BOJIIOIIMOHHOM CO-
crossHun”  OOBEKTOB WCCHAeNOBaHMs. B  KadecTBe
U/IETHHBIX MOJIETIEN OBLITN MCIIOIb30BAHBI HOPMAJIb-
HOe U paBHOMepHOe pactpenesienust. Hopmaibruoe
pacrpesiejieHne TPUHATO B KadyecTBe “UjeaibHON
MOJIEJIA 9BOJIIOIMOHHO CTaOMIBHOTO (PaBHOBECHO-
ro) coctosinus mpusHaka’. Mojiesb paBHOMEPHOTO
pacrpesieJIeHlsi COOTBETCTBYET 9KCTPEMAJIbHOW CH-
Tyaluy OTCYTCTBUSI OTPAHUYEHNI HAa pa3HOOOpasue,
B KOTOPOH TIPU3HAKU MOTYT TIPUHUMATH JIIOOBIE 3HA-
gerust. OIeHKa PACXOJKACHUST MEKTY HaBII0aeMbIM
U MOJICTTBHBIMU  PaCIpeIeJIEHUsT  OCYIIECTBIISLIACh
10 Cpe/Hell BeJUYMHE OTHOCUTEJNLHOUM HHTPOTUU
Kysbbaka-Jleit6aepa ais Bcex OMIILL

I.®. Bapoimankos u A TO. Ilysauenko

PE3VJIBTATBI

Muoromepnslii anaaus. Ha yposie o0bequnén-
HOU BBIOOPKY TIOABUIOB beringianus v yesoensis m3-
MEHYMBOCTH Pa3MEPOB Uepena YAOBJIECTBOPUTETHHO
onucbiBaercd mectbio OMI, namMeH4nBOCTH MPO-
nopuuii — mareio OMII (Ta6a. 1). OxuunHaguaTh
OMIII BoctrponsBoasT OT 75 10 93% M3MEHUNBOCTH
KasK/[Or0 U3 TIPOMEPOB yepena. MIaMeHunBocTh 60JIb-
IIUHCTBA TIPOMEPOB, BKJIIOYAsT TPOMEPHI OOIIMX pas-
MepoB yeperna, BocripousBossaTcs OMII E1. OMIII
E2 cBszana ¢ pimnoit HuskHero (p4-m3) U BepxXHETo
(P4-M2) 3y6ubix psagos (124, 19), MesKrIasHUIHOM
mupuHoit (W13). VameHunBOCTh 3TUX TPOMEPOB
MMeeT KOMIJIEKCHBIM XapakTep 1 BKJIOYAET /[BE WU
6osee (L2) nuHEHHO He3aBUCHMbIE KOMIIOHEHTDI
(Puc. 3). Haumensbimmas mmpuna yepera (W12) tak-
JK€ OTHOCHUTCS K TIpyIIlie KOMILIEKCHBIX NPU3HAKOB,
4yTO BBIpaskeHo B ee koppesnsnun ¢ OMII E1 u E3.
OMIII E4 orpaskaet OOJIBIIYIO YaCTh M3MEHUHBOCTH
mmpuabl raazauisl (W19), OMIIL 5 — mmpumst B
3aThLIIOUHBIX MbIenkax (W14), OMIII 6 — mmpunst
M03r0oBOH KOpoOku (W11).

OMIII K1-K5 onmuchiBatoT —ammoMeTpuIecKne
(cBsI3aHHbBIE C Pa3MepPaM1) KOMIIOHEHTHI U3MEHYHBO-
cTH “ponopIuii” OT/IEIbHBIX TPOMEPOB. AJIIIOMETPUS
He BbIpakeHa y JJIMHbI Mo3roBoro otzaena (L4), mmu-
puHbl BUCOUHOTO cyxkerus (W12), MeKTIasHIIHON
mupusbl (W13) u mupusbl koctHoro HEGa (W16).
Wx oTHOCHTEIBHAS N3BMEHYNBOCTD, B OCHOBHOM OTpa-
JKEHHAsT B MHJIEKCAX OT JIEJIEHHsI IPOMEPOB Ha OOIILYIO
IIUHY Yepena, Takske Bocrpoussoautcss OMII K1-K5
(Tabu. 2). OT™MeTHM, YTO B M3MEHYUBOCTH IPOHOPITHIA
psilla IPOMEPOB OIHOBPEMEHHO IIPUCYTCTBYIOT KOM-
MTOHEHTBI AJIOMETPUYECKON U HeaJoMeTPUYCCKON
m3menunBoctr (L5, L6, W10 u ap.)

B Tabu1. 3 mpeicTaBIeHbI Pe3yIBTaThl TECTOB, OT-
paxkaronmx Bk “reorpadguyeckoro daxkropa’ s
HOABUIOB yesoensis n beringianus (rpapanuu dak-
topa: “IIpumopne, [llantapckue o-Ba”, “Caxanun”,
“Xoxxkatino”, “IO. Kypumst”) B 3rauenns OMII. B
11€JIOM OH OTHOCUTEJIBHO HEBEJIUK, YTO YKa3bIBaeT Ha
abcosmoTHOE peobialaHne MHAUBUY AJTbHON H3MEH-
quBOCTU. TeM He MeHee, BEPOSTHO, YTO BAPbUPOBAHNE
OMIII E1, E2, E4, K1 b K3 wactuuto o6ycioBiieHo
MMeHHO reorpaduyeckoii usMmeHunBOCTbIO. Cile10Ba-
TeJIbHO, (hopMasibHAs TIPOBEPsieMas CTaTUCTUYECKAs
TUTIOTE3a O YUCTO CAYYAlTHOM XapaKkTepe KpaHuoMe-
TPUUECKON MBMEHYMBOCTH B PACCMAaTPUBAEMON BbI-
Gopke MejBeieit I0KHA OBITh OTBEPrHYTA.
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B coorBercTBUN C 3TUM HepapxXUyecKas KIacCu-
(uraius 0cobell MeTOZOM HEB3BEIIEHHOTO TPYII-
moBoro cpexdero (UPGMA) ¢ wucnosb3oBanueM
eskannoBoit metpukun u OMIIl B kauecTBe 1epe-
MEHHBIX XapaKTePU30Balach OY€Hb HU3KUM KO3I(D-
unmentom kodenernueckoit koppessiiu  (0.6).
Cpenu UCIIOJIB30BAHHBIX B PabOTe METOOB KJIACCH-
duranuu (Tabs. 4) Hausydlnde pe3yJIsTaThl Jajia
ajuTuBHasg Kiaaccuduranus (Sattath and Tversky
1977) Ha ocHOBe MaTpPUITBI EBKJIWAOBBIX AMCTAH-
Ui, AHaJIOTHYHAS JIeHpOorpaMMa, IIOCTPOEHHAd Ha
OCHOBe cpeiHeBbIO0pouHbIX 3Hauernit OMIII, ueTko
oTpakaeT OCHOBHOE cojiepskaHue reorpaduueckoit
usmenunoctu (Puc. 4). Boibopku us IIpumopss,
[TanTapcknx o-BoB 1 CaxasnHa TPOTUBOITOCTABIIS-
1oTcst Beibopkam ¢ Xokkaiizo u 1O. Kypui B coorset-
CTBUU C pa3zieJicHueM X Ha JiBa MOJIBU/IA.

Pesysibrar npumMeneHus Toil jke CXeMbl aHaJIn3a
K BbIOOpKe MezBesieit U. a. yesoensis CBOAUTCS K CJie-
aymomieMy. PasmepHasi M3MeHYMBOCTL BOCIIPOU3BO-
nutes Tpemsa OMIL, mpomopiny yeperna — 4eTbIpbMs
OMII. TlosHOTa BOCTIPOM3BENEHNS M3MEHIUBOCTU
nipomepoB ocsamu MIIT Bapsupyer ot 47 (L24) no 91
(L7) nporierrtos. Ocs MIII E1 BHOBb BOCIIPOU3BOIUT
OCHOBHOI ITaTTepH U3MEHUYUBOCTU PA3MEPOB yeperia.
OMII E2 omnwmchiBaeT 3HAYUTENbHYIO YacTb W3-
MEHYMBOCTH MUPUHBI KocTHOrO HEGa (W 16), yacTs
M3MEHYUBOCTH JIJTMHBI JiniteBoro otaena (L5), cky-
JioBoit upuHbl (W10) 1 MeXKTIa3HUYHON TTHPUHBI
(W13). OMIII E3 cBg3ana c HamMeHblIIei IMpUHON
yepena (W12), mupuHoii koctHOro HEOGA y 3ajHe-
HEOHOIT BhIpesku (W 16), HanGONBIIUM JIUAMETPOM
ryasantl (W19), BeICOTOI HMKHEYETIOCTHONH KOCTH
B BeHeuroM otpoctike (W25). IIpomepsr W10, W12,
W13, W16, W19, H25 xapakrepusyiotcs crienudu-
YeCKUMU HE 3aBUCHMBIMHU OT OOIIUX Pa3MePOB KOM-
[IOHEHTAMU U3MEHYNUBOCTH.

Bruan “reorpaguueckoro akropa” u acconuu-
PYEMBIX C HUM T€HETHUECKUX PA3JINIUH B TIOMY IS TN
menasenern Xokkaigo B snayenud OMII uesenunk
(Tab6a. 5). Mons oObACHEHHON AUCIIEPCUU 110 OT-
neapabiM OMII He nipeseiaet 20%. [1pu aTom pas-
MEPHBIH MAaTTEPH U3MEHUYUBOCTH, BOCITPOU3BOINMBII
OMIII E1, aBngercs oOmuM 1718 Beex MejBejei pac-
cMaTpuBaeMoil BbIOOPKH. MakcumasbHble 3HAUEHUS
noydensr st OMII, onmcpiBaomnx MPOMOPIIIHI
yepena (K2 u K4). OMIII K2 coxepxut nnhopma-
U0 06 ALTOMETPUYECKOI U3MEHYMBOCTH TPOMEPOB
mupunel yepera (W10, W11, W13, W18), BeicoTst
ket yemroctu (H25, H26) u psapa gpyrux. OMIIT
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Puc. 3. Ilpumepst mpoMepos yeperia, uMeronux oany (L1) wiu 60-
see (L24) smuneitHO He3aBUCHMBIX KOMITOHEHTOB N3MEHUYNBOCTH.

Fig. 3. Examples of skull measurements with one (L1) or several
(L24) linear independent components of variability.

K4 xoppenupyer ¢ 1juHoll BEPXHEro psijia MEeYHbIX
3y60B (L9) u HanGosbliel IMUPUHON KOCTHOTO HEGa
(W17). Kpome atoro, nepsag uz asyx OMIII omu-
CBIBAET HEAJIOMETPUYECKYIO M3MEHUYMBOCTH OTHO-
curenbHbIX pazmepos L9, W10, W18, L.24, H26 (BbI-
coTa HUKHEUeoCTHOM KocTu mo3aau m1), a OMIII
K4 - L9, W17, W19. B 1ie;1o0M 13MeHYNBOCTb HOCUT
HEIPEePBIBHBIN XapaKkTep, OTHOCUTeIbHAs T depeH-
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Puc. 4. UPGMA jnengporpamma, IIoCTpoeHHast Ha OCHOBE cpeaneBbIOopounbix sHauennit OMII u mosoxkenue nenTpouos Bbioopok U. a.
beringianus (1) n U. a. yesoensis (2) B IPOCTPAHCTBE MEPBBIX JBYX AUCKPUMUHAHTHLIX oceil. [{ndpbl 0K0JIO y3710B BETBIEHUS — YPOBEHD

“Gyrcrpen noaaepxRku” (%).

Fig. 4. UPGMA tree based on the sample means of MDS and the location of sample centroids of U. a. beringianus (1) and U. a. yesoensis
(2) in the discriminant roots space. Numbers near the nodes — bootstrap supports (%).

nuanusg MeaBezeit rpyibl C 0T BceX OCTalbHbIX ITPO-
asisiercst Bosib OMIIT K2, a wactuunoe pasesenve
octanbHbIx — 1o OMIII K4. Ha Puc. 5 mpeacraBiena
AJINTUBHAS JICH/IPOTPAMMA, TOCTPOEHHAS HA OCHOBE
cpenneBbibopounbix 3Havennii OMIIL, u B3aumo-
HoJIOKeHre “LeHTPOUI0B” BBIOOPOK B TPEXMEPHOM
pocTpancTBe. byrerpen noagep:kka ykasblBaeT Ha
cymectBennyio auddepenimanuio rpynmn A u C or
BocTo4YHON Tpytibl B. Menseau o. Mtypyn conmxa-
I0TCSL ¢ MeJ[BeIIMU TPYIIbl B, HO IeMOHCTPUPYIOT
HEKOTOPYI0 000CO0JIEHHOCTb.

OpnoMmepHblii anam3. B annom pasjelie mnpej-
CTaBJIEHBI Pe3yJbTaThl aHAJIN3a W3MEHUYUBOCTH OT-
JIeJTbHBIX TIPOMEPOB M UX POJIM B MOP(OJIOTUIECKON
nuddepeHITnay MeIBeIeH.

[ToABU/BI PA3IMYAIOTCS TIPEKAE BCETO OOIMMU
pasMepaMu yeperia: yesoensis NPaKTUYeCKU 10 BCeM
npomepaMm MeJibde  beringianus. MaKcuManbHbINA
YPOBEHD Pas/IMYUil BBISBJIEH 10 KOHAMI00a3a1bHON
mude (12), waubosibiiiell MUPUHE KOCTHOTO HEGA
(W17), nnune mauaubyiasr (L21), ainHe HUKHETO
3yOHOTO psifia u psifty Apyrux usmepennii. He oOHa-
PYsKEHO CTaTUCTUYECKU 3HAUUMBbIX Pa3/InYMi TOJIbKO
1o HanMmenblei mmpuHe yepera (W12) u quamerpy
rnaszuuibl (W19).  OrtHocuTenbHble  TIPOMOPIIMHT
yeperna y 060UX MOABUAOB CXOKHU, UCKIIOYAs, COOT-

BercTBeHHO, TTpoMepel W12 u W19. Kpowme atoro, y
yesoensis juiHa Mo3roBoro otzena (L4) ornocurens-
HBIM GOJIbIIE, UeM Y beringianus.

B Tabus. 6 mpuBeneHbl Pe3yJbTaThl CPABHEHIST
MeaBenell XOKKalo ¢ CaXaJuHCKOU TMOMyJISIei.
HauboJiee yCcTOHUUBO yesoensis OTINYAETCS OT Me/l-
Beneit Caxannna mo aiuae 9epera (L1, L2, L3), nau-
He kocTHoro HéGa (L7) n pmure 3y6HbIX psiaos (LS,
L9, 123, 1L24); ve BbIsABIIEHO 3HAUNMBIX PA3JIMIU TIO
npomepaM W12 u W13. Ha cdone cymniecrBeHHoit 13-
MEHYMUBOCTH [IJIMHBI POCTPAJIBLHOTO OT/IEsIa Me/IBEIN
XOKKalo XapaKTepu3yloTcs OTHOCUTEIBHO IUPO-
KUM U YIJTMHEHHBIM MO3TOBBIM OT/ICJIOM.

BuyTtpu momsuma yesoensis Haubosee mudde-
PEHITMPOBAHBI MEJIBEN 10TO-3anaiHol rpymisl C, n
oburarolire Ha 10KHbIX Kypuiax, 4to cooTBETCTBYET
UX HOJIOKeHuIo Ha aeHaporpamme (Puc. 5; Tabur. 7).
Haubosee yeTkre pasinuust MPOSBIAAIOTCS MO BbI-
core HkHel yemoctn (H25, H26, H27), 3atem 1o
BbicoTe 3arbika (H20), ckynosoit mupune (W10)
u mmpuHe Mo3roBoil kopoOku (W11). Tlo stum, a
TaK)Ke TIO0 BCEM CTATWUYECKU 3HAUYMMBIM ITPOMEPAM,
KpoMe TMUPUHBI MO3TOBOH KOpoOKM, Measenn ¢ Ky-
pUJI B CpeflHEM KpYITHee, YeM TaKOBbIe ¢ XOKKauIo.
[MockombKy 10 O6IIEH THHE Yepera 105KHOKYPUITh-
CKMe Me[BeJIM He JEeMOHCTPUPYIOT CTaTHCTUYECKH
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Ta6auna 1. Koaddurments: koppessinu Criupmena mesxay ocsimu MIII (E1 — E6, K1 — K5) u npomepamut uepena ijist 00beIMHEHHO

BuIGOPKY 110BU0B U. a. yesoensis u U. a. beringianus.

Table 1. Rank Spearman coefficients for MDS axes (E1 — E6, K1 — K5) and skull measures in joint sample of two subspecies U. a. yesoensis

n U. a. beringianus.

E6 K1 K2 K3 K4 K5 7

[Tpome
(Meafuren?ent) El E2 E3 E4 E5
1 0.95 -0.09 0.05 0.09 0.0
L2 0.92 -0.16 0.12 0.05 0.06
L3 0.92 -0.14 0.10 0.06 0.05
L4 0.82  0.03 0.02 -0.10 -0.02
L5 0.82 -0.22 0.02 0.36 0.07
L6 0.85 -0.19 0.06 0.32 0.07
L7 0.88 -0.21 0.18 0.20 0.09
L8 0.88 -0.26 -0.06 0.10 -0.10
L9 0.60 -0.44 -0.40 -0.22 -0.30
W10 0.78  0.39 -0.02 -0.22 -0.12
Wit 0.65 0.18 -0.03 -0.01 0.14
W12 041 033 -0.53 0.32 -0.02
W13 0.73 042 -0.14 0.03 -0.10
W14 0.59 -0.23 -0.08 -0.15 0.53
W15 0.71 0.26 0.01 -0.10 0.0
W16 047 032 -0.30 -0.21 0.28
w17 0.72  -0.02 -0.24 -0.34 -0.08
W18 0.84 0.27 0.11 -0.05 -0.04
W19 043 032 -0.33 0.54 -0.08
H20 0.79  0.11 0.09 -0.11 -0.08
L21 0.94 -0.11 0.11 0.05 -0.07
L23 0.90 -0.29 0.05 0.11 -0.04
L24 0.60 -0.49 -0.24 -0.07 -0.19
H25 0.76  0.17 0.28 -0.08 -0.31
H26 0.79 0.24 0.22 0.03 -0.20
H27 0.83 0.01 0.23 0.15 -0.20

0.13 0.43 0.39 0.02 0.30 -0.05 093
0.05 0.52 0.43 0.12 0.18 -0.04 093
0.05 0.50 0.42 0.09 0.20 -0.04 092
0.15 0.22 0.39 0.06 0.33 -0.09  0.75
0.12 0.57 0.23 -0.24 0.23 -0.06  0.89
0.10 0.53 0.28 -0.20 0.24 -0.08 091
0.01 0.58 0.44 -0.07 0.16 -0.05 093
0.05 0.49 0.24 0.08 0.18 0.11 090
0.10 0.36 -0.17 0.44 0.27 019 094

0.08 -0.15 0.52 0.14 0.25 0.0 092
-0.41 0.09 0.46 0.05 -0.22 0.06 0.79
-0.33 -0.14 0.02 -0.31 -0.23 026 0.87

0.03 -0.17 0.37 -0.12 0.25 0.03  0.89
0.04 0.43 0.26 0.20 -0.15 -0.39  0.85
0.27 -0.05 0.44 0.08 0.35 -0.19 078
0.09 -0.13 0.10 0.12 -0.09 -0.35  0.80
0.06 0.14 0.19 0.49 0.10 -0.01 088
-0.03 0.04 0.59 0.07 0.17 0.08 0.86
0.36 -0.05 0.05
0.32 0.14 0.46 0.18 0.45 -0.08  0.85
0.02 0.43 042 0.07 0.27 0.03 093
-0.01 0.58 0.32 0.05 0.19 0.07 093
-0.07 0.50 -0.15 0.25 0.06 0.10 0.81
0.02 0.07 0.55 0.10 0.29 0.20 0.78
-0.09 0.11 0.57 0.01 0.12 0.26 087
-0.13 0.31 0.53 0.01 0.11 0.26  0.86

-0.41 0.28 0.01  0.89

Ipumeuanue: Kupuvim mpudrom BhiAeACHb 3HaYennd 7, > 0.5, noayepkiy sl snadenus 0.4 <7, < 0.5; 7 — koo duuuent gerepMuHanum

B MOJIEJTN JIMHEIHOI perpeccuu.

Note: Bold type — 7,2 0.5, underline — 0.4 <7, < 0.5; 7 — of coefficient determination for linear multiple regression model.

3HAYMMBbIX OTJIMYKI, TO COOTBETCTBEHHO OHU TaKiKe
3HAUMMO OTJINYAIOTCS OT 0cobeii ¢ XOKKaiiIo 110 1mpo-
HOPHUSIM HIZKHeH udesmoctu (6osiee MacCUBHO) U
yepera (OTHOCUTETbHO BBICOKUIA 3aTHLIIOK U IMHPOKO
paccTaBJieHHbIE CKYJIOBBIE JIYTH ).

IOsxHOKypUsIbCKIE  MeBe  MOP(hOIOTUYECKH
HanboJjiee OJUBKU K reHeTnueckoil rpymme B. TIpak-
THYECKH MOKHO OOCYKIATh Pas/IMune MEKIy HIMI
TOJIBKO 10 jjiiHe 3yOHOro psima P4-M2, KoTopbiid y
I0KHOKYPHUJIbCKIE MeJIBEJIEN IOCTUTAET MAKCUMAJIbHO-
rO 3HAYEHUS 110 CPABHEHUIO € MeIBEISIMU XOKKaKI10.
OrnrcanHble Bbillle OTHOLIEHMS TTPUBeieHbl Ha Puc. 6.

Ha craructudyecku 3aaunMom yposHe anddepentma-
s mesxay rpynnavu C u B (Puc. 6 u 7) BbisiBiena
0 KOHAMIOGA3aIbHON 1 OCHOBHOM jiymiHe yeperna (L2,
L3), mwmpune mosrosoii xkopoOku (W11), mmpune
yepernia B 3aTbLIOYHBIX MbIenkax (W14) u Bwico-
Te Tiepe/lHell yacTh HuKHevyemocTHoH koctn (H27).
Ipynma A, pactipoctpanennas meskry rpymnmamu C u B,
otsimyaercs ot C 1o Mexxriaazananoii mmpune (W13),
MacrouaHoi mpure (W 15) 1 BbicoTe HUKHE Yestio-
cru (H25), a or B — o mpomepam W11 u W14.
KayectBeHHas XapakTepuCTHKA W3MEHYHMBOCTU
OT/ICTTBHBIX TTPOMEPOB Y MCCJIEOBAHHBIX TOABUIOB
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Ta6auna 2. Koaddunuments: koppessiinn Crimpmena meskay OMIIL (K1 — K5), onucpiBaronmu “tiporiopriun yepena” u nnpexcamu (L1)
1uis1 06beIHERHOTT BbIGopKU nonsuios U. a. yesoensis u U. a. beringianus.

Table 2. Rank Spearman coefficients for MDS axes (K1 — K5) which are reproducing “shape variability” and indexes (/L1) for the joint
sample of U. a. yesoensis and U. a. beringianus.

Igﬁé“ég K1 K2 K3 K4 K5 =
L2 0.20 -0.03 0.18 -0.30 0.03 0.16
L3 0.19 0.0 0.11 -0.23 0.04 0.11
4 -0.37 0.10 0.13 0.08 -0.05 0.17
L5 0.29 -0.33 -0.54 -0.11 -0.01 0.44
L6 0.34 -0.11 -0.44 0.01 -0.03 0.33
L7 0.33 0.09 -0.23 -0.20 0.03 0.22
L8 0.12 -0.37 0.07 -0.17 0.32 0.24
L9 -0.07 -0.67 0.34 -0.07 0.25 0.66
w10 -0.56 0.39 0.20 0.09 0.07 0.52
Wit -0.41 -0.06 0.0 -0.60 0.19 0.57
W12 -0.50 -0.34 -0.27 -0.51 0.30 0.77
w13 -0.54 0.19 -0.15 0.08 0.08 0.34
W14 -0.04 -0.19 0.18 047 -0.32 0.44
w15 047 0.21 0.04 0.23 -0.18 0.37
w16 -0.51 -0.29 0.12 -0.36 -0.23 0.58
w17 -0.28 -0.20 0.62 -0.26 0.09 0.53
w18 -0.44 0.42 0.13 -0.17 0.17 0.39
w19 -0.39 -0.34 -0.48 0.09 0.03 0.47
H20 -0.30 0.27 0.21 0.37 -0.10 0.36
L21 0.0 0.03 0.07 -0.10 0.28 0.04
L23 0.16 -0.20 0.0 -0.19 0.26 0.17
L24 -0.02 -0.63 0.18 -0.27 0.20 0.53
H25 -0.44 0.29 0.12 0.03 0.27 0.31
126 -0.23 0.43 -0.05 -0.14 0.42 0.45
H27 0.01 0.37 0.0 -0.21 0.47 0.40

Ilpumeuanue: Kupubim mpudrom BhiaeAeHb 3Havennd 7, > 0.5, noadepkiy ol snadenus 0.4 <7, < 0.5; 7 — koadduuuent gerepMunanuu

B MO/I€JIN JIMHEIHON perpeccum.

Note: Bold type — 7> 0.5, underline — 0.4 <7, < 0.5; * — of coefficient determination for linear multiple regression model.

MejBenel mpeacTasieHa B Tabu. 8. AHaINU3 pe3yib-
TATOB TI03BOJISIET CIPYMITUPOBATH IIPOMEPBI, C OIHOMN
CTOPOHBI, 110 cTeneHn ux “yuactus’ B MOpdosoru-
yeckoil auddepenianum, a ¢ Apyroi, — mo oco-
GEHHOCTAM M3MEHYMBOCTHU, BBISIBJEHHONH B PaMKax
MHOTOMEPHOTO aHATHN3A.

B nepsyio rpymnmy Bxoaat npomepst (L1, L3, L4,
LS, L21, 123, W18), ne umeioiue 3HaYeHus s
Moposornueckoit nuddepeHnuanu 1 BOCIIPOU3-
BOJIMbBIe B OCHOBHOM (MJIU UCKIIOUUTEIBLHO) OTHOMN
KOMITOHEHTOH NU3MEHYUBOCTH.

Bropas rpymnna oTaudaeTcss OT MEpBOM TeM, UTO
M3MEHUYMBOCTDh BXOJAAIIUX B HEE MPOMEPOB YACTO

BKJIIO4aeT Gosiee yeM ozHy Komionenty. Hauboliee
SPKUM IIPUMEPOM 9TOI TPYIIIbI SBJSETCS IIUPHHA
riazauisl (W19). Takke K 2Toii TPyIIie MOKHO OT-
Hectu mpomepsr LS, L6, L7, L9, L.24.

B Ttperbio rpymmy BxozaaT mpomepnr (L2, W13,
W14, W16, W17, H20, H25, H26, H27), B KOTOpBIX
BbIsIBJIsIETCST MOpdosiornueckast nuddepeniiparms,
a U3MEHYNBOCTHh B OCHOBHOM CKOPPEJMPOBAHA C U3-
MEHYMBOCTHIO OOIIMX PA3MEPOB ueperna, OMUChIBae-
MBIX TIepBoit ochio MIII.

[Tpomepnt (W10, W11, W12, W15), 1o KoTOpbiM
HaOmomaercss auddepeHInanis 1 UMeIne OfHy
niu 6oJiee KOMIOHEHT U3MEHYMBOCTH, He 3aBUCHMBIX
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Ta6auna 3. Orenka Braaja “reorpaduueckoro daxropa” B saverus OMIII mist noaBumoB yesoensis u beringianus no tecry Kpackeda-
Yomnuca (H) u pesysbratam quctiepcioHHoro ananusa (F-kputepuil, p —3Ha4MMOCTb, % — 0JIst 0ObSICHEHHON ANCIIEPCUTL).

Table 3. Contribution of the “geographical factor” in MDS values for subspecies U. a. yesoensis and U. a. beringianus by Kraskel-Wallis
criterion (H) and analysis of variance (F-criterion, p — statistical significance, % — percentage of the explained variance).

Tect Kpackesna-Yosunica
(Kraskel-Wallis criterion)

JlucriepcroHHbIi aHan3

Oce M “reorpaduueckuii paxrop”* (Analysis of variance)
(MDS axis) (“geographical factor”)

H p F p %
E1l 29.9 <0.00001 15.7 <0.00001 37
E2 8.4 0.04 3.5 0.02 12
E3 4.6 0.20 1.9 0.13 7
E4 8.8 0.04 4.0 0.01 13
E5 4.3 0.23 1.7 0.17 6
E6 2.5 0.46 1.1 0.34 4
K1 19.2 0.002 8.0 0.00009 23
K2 3.3 0.30 1.0 0.40 4
K3 14.4 0.002 5.8 0.001 18
K4 2.4 0.48 0.7 0.57 2
K5 6.3 0.09 24 0.08 8

* TIpuHa/IeKHOCTD NHAMBUAYYMOB K reorpadudeckum soibopkam “TIpumopne 1 MlanTtapekue o-a”, “Caxammn”, “Xoxxaiino”, “T0. Ky-

puIbr”.

* Membership of individuals in geographical samples: “Primorye & Shantar Is.”, “Hokkaido” and “S. Kurils”.

Ta6auna 4. CpaBHeHne pe3y IbTaToB Kiaccnbukanmii ¢ paséuernem (anpuopn) Bei6opkn Ha U. a. yesoensis u U. a. beringianus.

Table 4. Comparison of the results of different classifications and the partitioning (a priori) of the sample into the subspecies U. a. yesoensis

u U. a. beringianus.

Knaccudnkanms Knactep S . )
(Method of classification) (Cluster) U. a. beringianus, % U. a. yesoensis, % % p
UPGMA ! s 222 6.7 0.009
2 33.3 66.7 ’ ’
_ 1 65.5 34.5
k-cpenmux 14.1 0.0002
(k-means) 2 23.6 76.4
1 66.7 33.3
I\fCTOI[ }Zl)a3A{IFITbI?§ MHOKECTB 25.2 <0.00001
(fuzzy classification) 9 13.3 86.7
i i 1 66.7 33.3
Jluxorommdeckast Kiraccuburanms 13 0.0002
dichotomy) 7 .
( y 2 246 754
AnituBHas Kiaccupukaius 1 78.1 21.9 351 <0.00001

(additive tree)

oT 00mUX pa3MepoB yepera, o6pas3yioT YeTBepTyIo
TPYTIILY.

Ha ocHoBe TI0JTy4eHHBIX IAHHBIX MBI TIOITBITAJIACH
PEKOHCTPYUPOBATh OCHOBHBIE “TTATTEPHBI” N3MEHYN-
BocTi uepena 6yporo measens (Puc. 8). Kak caexyer
U3 PUCYHKA, “TarTepHbl” 3 u 4, COOTBETCTBYIOIINE
TpeThell 1 4eTBepTOl rpyIirnaM IpoMepoB, OXBaThIBa-

0T 1[epebPaTbHYIO YacTh 1 ocHoBaHue yeperna. [Tpu
3TOM YETBEPTHIN “TarTepH” CBA3aH C HE 3aBUCUMOI
oT 06IMUX PasMepoB uYeperna W3MEHYMBOCTHIO IIH-
pUHBI 11epeGPaTbHOTO OT/ENa, BKIIOYAS CKYJIOBBIE
OoTpPOCTKU. VI3MeHUYMBOCTDb TI€peHENl YacTu MO3TO-
BOTO OT/lesla M OcHOBaHMS yeperna (“marrepubsl” 1 m
3) GoJiee orpesiesieHHO CKOPPEJUPOBAaHA ¢ OOIIUME
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Ta6auna 5. Onenka Bkiaza “reorpaduueckoro dakropa” B suaueruss OMIII no tecty Kpackena-Yosnuca (H) u pesyssratam aucrepeu-
OHHOTO aHa/IM3a B BbiGOpKe Menseneit Xokkaiino u 0. Kypus (F-kputepuil, p —3HauMMOCTb, % — [0Jis1 O0bSCHEHHOU UCIIEPCUN ).

Table 5. Contribution of the “geographical factor” in MDS for bears from Hokkaido and S. Kurils by Kraskel-Wallis criterion (H) and
analysis of variance (F-criterion, p — statistical significance, % — percentage of the explained variance).

Tect Kpackena-Yommmca
(Kraskel-Wallis criterion)

JlucniepcoHHBIIN aHaTN3

(1(\)/[CDLSI\§XIHIS) “reorpacrueckuii haxrop”* (Analysis of variance)
(“geographical factor”)

H p F p %
E1 4.5 0.21 1.5 0.24 8
E2 3.9 0.27 1.3 0.27 8
E3 6.5 0.09 2.4 0.08 13
K1 4.9 0.17 1.9 0.14 1
K2 11.1 0.01 4.0 0.01 20
K3 6.4 0.09 2.4 0.08 13
K4 7.8 0.05 3.1 0.04 16

* TIpUHAIEKHOCTh MHAMBULYYMOB K reorpaduueckum soribopkam: A, B, C ¢ Xokkaiino u 10. Kypu.

* Membership of individuals in geographical samples: A, B, C from Hokkaido and S. Kurils.

0. Kypunbl
(S. Kurils)
B
65 — A
100 59
C
2
7 c
A
[0} B /_’:j.
c0 o TTTtee- °
a KO. Kypunbl
(S. Kurils)

a9

pasmepamul yeperia. VI3MeHUYNBOCTD 3yOHBIX U, BO3-
MOJKHO, HOCOBBIX KOCTeil (hOpMUPYET OTHOCUTENBHO
CaMOCTOSITEJIbHBIN “TIaTTepH”, B KOTOPOM IIPUCYT-
CTBYIOT KOMIIOHEHTBI U3BMEHYMBOCTHU, HE CBSI3AHHBIC
¢ obuumu pa3Mepamu depera. Ilepoiii “narrep”
CBSI3aH C U3MEHUYUBOCTDHIO OOIIUX Pa3MEPOB, TIPEK/IE
BCETO JUIMHBI 4Yepera W HUKHEUETIOCTHOU KOCTH.
B nHauboJiee IBHOM BHUJIE OH TIPOSIBJISIETCSI B U3MEH-
YMBOCTH JUIMHBI MEKYETIOCTHON KOCTH U 3yOHBIX
DSIZIOB, HO TAKJKe €r0 BJUSHUE OXBATHIBAET MO3TOBOU
otnen uepena (“narrepubl” 1 1 4) 1 4eIOCTHYIO KOCTh
(“marrepn” 2).

Buyrpunoasusosas auddepeHiipaiius MejiBeiei
Xoxkkaiino u I0xubix Kypui obyciioBiena npenmy-
MIECTBEHHO U3MEHUYMBOCTBIO ITPOMEPOB TpeThelt (L2,
W13, W14, W17, H20, H25, H26, H27) u yeTBepTOii
(W10, W11, W15) rpymir.

Mopdoaornueckoe pazuoodpasue. Poctpasioo-
6pasust (H) ¢ yBeslnueHreM yPOBHST IUXOTOMUYECKOTT

Puc. 5. AjyiirtuBHas JleHporpaMmMa U 10JI0KeHHe [IeHTPOUIOB
BbI6OpPOK ¢ Xokkaiino u 0. Kypus B TpeXMEpHOM MPOCTPAHCTBE
oceit MIII. A, B, C — reorpaduueckue Boi6opku ¢ XoKKaiio, ac-
COLMUPYEMbIE C TPYINAMI Pa3HbIX HAOOPOB TarIoTuoB. [nudpst
B y3JIax BeTBJIeH st — “OyTcTpen-nopaepxkka’ (%).

Fig. 5. Additive tree for Hokkaido and S. Kuril bears and the
location of sample centroids in the three-dimension space of MDS
axes.A, B, C — geographical groupings on Hokkaido which are
referred to different haplotypes. Numbers near the nodes — boot-
strap supports (%).
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Ta6auna 6. Cpasrenue Gypoix Measeaeil CaxannHa ¢ TEppUTOPUATbHBIME Ipyuposkamu Xokkaiino (A, B, C) no kputepuio Kpackeia-

Yosneca (H) u ero craTuctudeckast 3Ha4MMOCTD (P).

Table 6. Comparison of brown bears from Sakhalin with the territorial groupings of Hokkaido (A, B, C) by Kruskal-Wallis criterion (H)

and its statistical significance (p).

A B C
I AbcomorHblie AbcommoTible 3Ha- AbcomoTHble 3Haue-
pomep - Nupexcer Germs Nnpexcot — Nunexcot
(Measurement) (Absolute values) (Indexes) (Absolute values) (Indexes) (Absolute values) (Indexes)
H P H p H p H p H p H p
L1 4.7 0.03 4.8 0.02 141 0.0002
L2 8.5 0.004 0.30 0.58 4.8 0.02 0.01  0.89 18.4 <0.00001 1.6 0.21
L3 8.3 0.004 024  0.62 4.8 0.02 034 055 167 <0.00001 0.53  0.47
L4 1.8 0.17 2.9 0.09 1.9 0.16 3.9 0.05 5.8 0.02 3.9 0.05
L5 2.6 0.10 0.07 0.79 3.1 0.08 0.01  0.89 8.2 0.004 0.45 0.50
L6 3.8 0.05 0.0 1.0 2.5 0.11 0.63 0.43 10.4 0.003 1.0 0.31
L7 5.7 0.02 0.02 0.88 3.7 0.05 1.0 0.32 12.5 0.0004 0.03 0.87
L8 6.8 0.009 0.04 0.84 5.6 0.02 0.63 0.43 11.8 0.0006 0.09 0.76
L9 4.7 0.02 0.24 0.62 8.4 0.004 0.11  0.74 9.9 0.002 0.0 1.0
w10 0.58 0.44 1.3 0.26 0.49 0.48 1.8 0.17 6.6 0.009 0.02  0.89
Wit 6.3 0.01 3.7 0.05 0.03 0.86 2.6 0.11 9.2 0.002 204 0.5
W12 0.0 1.0 8.9 0.003 1.3 0.26 8.1 0.004 2.3 0.13 10.7 0.001
W13 2.9 0.09 0.02 0.88 0.02 0.89 1.8 0.17  0.88 0.35 0.43 0.51
W14 1.6 0.21 2.7 0.09 0.03 0.86 0.63 0.43 3.8 0.05 1.7 0.19
W15 0.0 1.0 0.02 0.88 0.76 0.38 0.63 0.43 4.8 0.03 0.18 0.67
W16 1.3 0.26 2.4 0.12 0.32 0.57 6.2 0.01 1.2 0.28 1.9 0.17
W17 8.9 0.003 1.6 0.21 3.4 0.07 014 070 173 <0.00001 0.62  0.43
W18 1.8 0.17 0.0 1.0 0.02 0.90 2.3 0.13 5.5 0.02 0.13  0.72
W19 0.52 0.47 5.2 0.02 0.07 0.79 3.9 0.05 1.0 0.31 8.8 0.003
H20 24 0.12 0.71 0.40 1.5 0.22 081 0.36 11.9 0.0006 0.53 0.47
L21 8.5 0.004 0.81 0.37 2.9 0.09 1.5 0.23 131 0.0002 0.15 0.69
L23 9.9 0.002 0.14 0.71 6.3 0.01 2.6 0.11 16.1 0.0001 0.49 0.48
124 10.3 0.001 0.04 0.84 8.4 0.004 0.11  0.74 12.9 0.0003 0.15 0.69
H25 0.85 0.35 044 051 1.3 0.25 2.8 0.09 7.2 0.008 0.28  0.59
H26 1.7 0.19 0.52 0.47 0.38 0.54 035 0.56 9.2 0.003 0.01 091
H27 1.8 0.17 0.1 0.75 0.62 0.43 0.0 1.0 6.8 0.009 0.18 0.67

Hpumeuaﬁue: BBUIGJTGHBI CTATUCTUYECKU 3HAYNMbBIC 3HAYCHUA KPUTEPUA.

Note: Bold type — statistically significant values of Kruskal-Wallis criterion.

kaaccudukaiu BeI6opku U. a. yesoensis onuchiBa-
ercsa ypasuerreM H = 0.906(£0.0079)L (#* = 0.99).
Ananornunoe ypasaenue st U. a. beringianus — H =
0.945(+0.01)L (#* = 0.99). Ilo cpaBHenuio ¢ mMemBe-
nsamu CaxavHa MOJBUJL Yes0ensis XapaKkTepusyeTcst
HU3KOU BeJIMYNHON MHMOOPMAIIMOHHON Pa3MEPHOCTH
U, CJIEJIOBATEIbHO, PasHOo0OpasueM ueperna. BiusHue
Ha pasHoOOpasue BBIOOPKU YeS0ensis SK3eMILISIPOB ¢
[OsxHBIX Ky prii MOKHO O11€HUTh KOCBEHHO, ICKJTIOUHB
nocsuennue usz ananusa. [Ipu arom nndopmalmonnas
pasmepuocTh cHukaercs 10 0.884. CremoBaresbHo,

M3MEHYNBOCTh I0KHOKYPHUJIBCKUX MEBE/lell MMeeT
cBOM crieruduyecKre 0CO6EHHOCTH, He CBOIUMBIE K
M3MEHYMBOCTH MeBeier X OKKal/10.

Pesyssrarh! TECTa 110 OCTAIbHBIM TIOBUIAM TIPU-
Bezenbl B Tabu. 9. B 1iesioM Bemmunia nHGOPMaIMOH-
HOIl pasmMepHocTH 1151 yeperia Gyporo measeas (0.95
6ut; Tabu. 9) 6aM3Ka K MaKCUMaJbHO BO3MOKHOMN
(1 6uT), 4TO yKasbiBaeT Ha OTHOCHTEJbHO HUBKHIA
YPOBEHb OTPAaHWYCHUH W3MEHUYUBOCTH W BBICOKYIO
MOPGOJIOTUIECKYI0 TJIACTUYHOCTh. MUHIMAThHbIE
BEJIMYMHbI UH(DOPMAIIMOHHON PAa3MEPHOCTH OTIpere-
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Puc. 6. /luddepentmanus reorpadnyeckix rpymnmupoBOK MeIBe-
neit Oxnpix Kypur n menseneit Xokkaiino (A, B, C).

Fig. 6. Differentiation of geographical groupings of bears from
S. Kurils and Hokkaido (A, B, C).

senbl jua U. a. yesoensis m ero reorpaduieckux
TPYTIIL

Pacuer mojesieil paHTOBBIX pacrpesie/leHui 71
YeTBEPTOr0 YPOBHSA JAMXOTOMMYECKOHN Kiaccuduka-
nun (MakcuMmasibHOo 16 KjaccoB) ToOKazas, 4To /Ui
U. a. yesoensis Hanbosiee ONTUMATBHBIM SIBJISIETCSI
pacupenenenve I'nb6ca, a miust U. a. beringianus —
pacnpenenenne Iunda (Puc. 9; Tabn. 9). Bo Becex
cydasx IKJI 6mmska x 0, 4To yKasbIBAET Ha aJleKBaT-
HocThb Mozeseil. ITpu uckioyennu ocobeii ¢ FOxHbIx
Kypust uamengercs Tun pacipesie/ieHusl y yesoensis,
YTO SIBJISIETCS IOTIOJTHUTEIBbHBIM CBUIETETHCTBOM UX
cBoeoOpasus. PacrpesesieHue KJIaccoB it 105KHON
rereruko-reorpacdudeckoii rpymmbl C ¢ Xokkaiino
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Puc. 7. Juddepennpmanus reorpadmuueckux rpymninpoBoOK Me/Be-
neit Xokxkaiizno (A, B, C).

Fig. 7. Differentiation of geographical groupings of bears from
Hokkaido (A, B, C).

COOTBETCTBYeET pacnpenenennio Iurmda tak xe, kKak
U JIJIST BCEH OCTPOBHOMN BBIOOPKIL.

B Tab6us. 10 npusegensl mokasaTean pasHooOpa-
314, OlleHEeHHble Ha OCHOBe oTAeabHbIX oceil OMIII.
Jlyi1  oIleHKM WU3MEHEeHMs II0KasaTejleill BBeeHbl
ycaoBHbie “nepapxuyeckue” ypouu (L) ot 1 (Bea
BBIOOPKA) 710 5 (IOMYJISIIIUK MU TPYIIIIbI IOy IS
BHYTPU NOJBUJOB). BplgBiiena TeHaeHIus K OTPU-
MATETBHON KOPPEJAIuU Mex1y L 1 pazMepHOCTBIO
mozesneit MIIT (d). Pasmeprocts mogeneit MIIT us-
MEHYUBOCTH MPOIOPIINIA Yeperia He IEMOHCTPUPYET
0100HO# 3aBUCUMOCTH.

Mepa opranuzoBanHocti pasroobpasus (O) 3a-
METHO CHUIKAeTcs OT “Mepapxudeckoro” ypoBus 1 k
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Ta6auna 7. CpasHeHue rpynnupoBok Gyporo meznsesst Xokkaiino (A, B, C) u IO. Kypuun no kpureputo Kpackea-Yosueca (H).

Table 7. Comparison of brown bear from Hokkaido (groups A, B, C) and S. Kurils by Kruskal-Wallis criterion (H).

10. Kypuuist
Tpomep (S. Kurils) A-B B-C A-C
(Measurement) A B C
H,p H,p H,p Hp H,p H,p

L1 0.50,0.81 0.23,0.63 0.49, 0.48 0.17,0.67 0.20, 0.65 1.9,0.16
L2 0.0, 1.0 0.41,0.52 1.9,0.17 0.0, 1.0 4.9,0.03 3.7, 0.05
L3 0.0, 1.0 0.52,0.47 0.59, 0.44 0.1,0.79 4.3,0.04 24,012
L4 0.87,0.35 0.92, 0.34 1.7,0.19 0.08,0.78 0.0, 1.0 0.06, 0.80
L5 1.3,0.26 0.92,0.34 1.1,0.29 0.04, 0.85 0.09, 0.77 0.98, 0.32
L6 1.2,0.28 0.64, 0.42 0.25, 0.62 0.02, 0.88 0.40, 0.53 0.84, 0.36
L7 0.56,0.45 0.41,0.52 0.0, 1.0 0.04, 0.85 1.96,0.16 1.2,0.27
L8 0.14,0.71 0.0, 1.0 0.03, 0.87 0.27,0.61 0.06, 0.80 0.48, 0.49
L9 1.1,0.30 5.0,0.03 1.9,0.16 0.71,0.39 1.3,0.25 0.09, 0.76
W10 0.71,0.39 0.64, 0.42 5.1,0.02 1.5,0.22 0.46, 0.49 2.4,0.12
Wit 1.1,0.30 1.9,0.17 3.9, 0.04 6.9, 0.009 8.1, 0.004 1.6,0.21
W12 0.87,0.35 0.1,0.75 0.99, 0.32 0.22, 0.64 2.8,0.09 0.06, 0.80
W13 0.04, 0.85 0.23,0.63 24,012 0.71,0.39 0.16, 0.68 4.1,0.04
W14 0.47,0.51 2.6,0.11 1.3,0.26 3.6, 0.05 6.3, 0.01 0.48, 0.48
W15 0.71,0.39 0.03, 0.87 0.35, 0.56 0.71,0.39 0.10,0.75 5.2,0.02
W16 0.04, 0.85 0.10,0.75 1.5,0.22 0.22,0.64 0.94, 0.33 2.4,0.12
W17 4.1,0.04 2.6,0.11 9.3,0.002 0.14,0.71 2.2,0.14 1.5,0.22
W18 0.71, 0.40 0.03, 0.87 2.9,0.09 0.49, 0.48 2.9,0.09 1.6,0.21
W19 0.22,0.63 2.6,0.11 0.29, 0.59 1.4,0.24 0.66, 0.42 0.04, 0.86
H20 1.7,0.19 0.52,0. 47 6.4, 0.01 0.07,0.78 0.66, 0.42 3.5,0.06
L21 0.08,0.78 0.03, 0.87 0.82,0.37 0.02, 0.88 0.74,0.39 2.3,0.13
L23 1.4,0.24 1.3,0.26 0.0, 1.0 0.08,0.78 0.52, 0.47 1.8,0.18
L24 0.22, 0.64 0.64, 0.42 0.46, 0.49 0.08,0.78 0.07,0.79 0.0, 1.0
H25 1.9,0.16 1.6, 0.20 9.7, 0.002 0.08,0.78 0.98,0.32 4.9,0.03
H26 3.7,0.05 0.64, 0.42 8.6, 0.003 0.11,0.74 1.4,0.24 0.29, 0.08
H27 0.32,0.57 0.03, 0.87 5.5,0.02 0.02, 0.88 4.5,0.03 1.5,0.23

Ipumeuanue: Bolienenpl CTaTUCTUYECKY 3HAUUMBbIE 3HAUCHIS KPUTEPUSL.

Note: bold type — Statistically significant values of Kruskal-Wallis criterion.

ypoBHio 4 (Puc. 10a), 4To CBsSI3aHO C yMeHbIIIEHUEM
Maciitaba Mopdosorndeckoil auddepeHimanu Ha
HIDKHUX YPOBHAX “nepapxuu’. B cirydae pazmepHoOi
M3MEHYIBOCTHU PAHTOBBIH K03 OUITNEHT KOPPETAINN
Cmupwmena mexkny L n O pasen -0.71 (p = 0.02), nis
n3MeHdnBocTH mporopiuii ueperna — -0.73 (p = 0.01).

Mepbl OpraHM30BAHHOCTH W3MEHUYMBOCTU Pa3-
MEPOB U IPOIOPIUI TTOJOKUTENBHO KOPPETUPYIOT
apyr ¢ apyrom (r,= 0.91, p<0.001), yro csasano ¢
npeobrajaHueM aTIOMETPUUYECKON COCTABIISIONIEH
B U3MEHUMBOCTH 4yeperna. KosmyecTBeHHBIIT yPOBEHD
pasHooOpasusg nponopuuii (hopMbl) Beerja Bbille
pasHOOOpasust PasMEPOB Yepera.

WmocTpaiiug naMeHeHuns: (opMbl pacipesesie-
uuii 3Havenuii oceit MIII Ha pasHBIX YPOBHAX HUC-
crepoBanus obbekTa npencrasaena va Puc. 10B,C.
Dopma  pacrpesiesieHUsT  OTIPEIESIET  BEJTMUUHBI
SHTPOIMHU U Mepbl oprann3oBanHocT. Ha HWKHIX
VPOBHAX “Wepapxwu’ SHTPOMHS pacTeT, a Mepa
OPraHM30BAHHOCTH  CHIDKAETCS. ITO  OTpPaskaeT
ob1ue 3aKOHOMEPHOCTH OPraHM3aliui CTPYKTYPbI
pasHoo6pasus, BOCIPOU3BOANMBIE B PAMKAX MHOIO-
MepHOTO aHau3a. st coBokyHoii Bei6opkn OMIIT
OTIMCHIBAIOT B MEPBYIO 0YEPEh OCHOBHBIE “IIpaBuia”
M3MEHYNBOCTH, BBIpa)KeHHBIC B AuddepeHInanm
BHYTPUBUIOBBIX pac Gyporo mezBejist. Ha atom done
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Ta6auna 8. XapakTepucTuKa y4acTust IpoMepoB B quddepeHIralui Ha OCHOBE TIOMAapHbIX cpaBHeHUI 110 kpuTtepuio Kpackena- Yosuinca
(p<0.05) u unciio ciydaes oOHAPyIKeHMsE O0JIee OTHON KOMIIOHEHTBI NX H3MEHUMBOCTH™,

Table 8. Participation of measurements in morphological differentiation on the basis of paired comparisons by criterion Kruskal-Wallis
(p<0.05) and number of cases with more than one component of variability*.

Yucao KOMITOHEHT
Buyrpn noasunos

T (e o e
ITpomep CV.%  subspecies) - o (Total)  Mroro, % components
(Measurement) ’ U. a. yesoensis U. a. beringianus (Total,%) of variability>1)
max 10 max 6 max 1 max 17 E K (I{II,(T););IO)
1 7.4 6 0 0 6 35.3 0 0 0
L2 6.8 6 2 0 8 35.3 0 2 2
L3 6.9 6 1 0 7 35.3 0 2 2
L4 8.1 6 0 0 6 35.3 0 0 0
L5 8.0 7 0 0 7 41.2 2 2 4
L6 8.5 7 0 0 7 41.2 2 2 4
L7 6.9 6 0 0 6 35.3 3 1 4
L8 5.8 6 0 0 6 35.3 0 1 1
L9 5.5 6 1 0 7 35.3 3 3 6
W10 10.6 7 1 0 8 41.2 4 1 5
W11 5.7 7 3 0 10 41.2 3 1 4
W12 7.2 7 0 1 8 41.2 6 1 7
W13 11.6 7 1 0 8 41.2 3 0 3
W14 7.3 7 2 0 9 41.2 2 0 2
W15 111 7 1 0 8 41.2 2 2 4
W16 8.2 7 0 1 8 41.2 3 0 3
W17 7.5 9 1 0 10 529 0 1 1
W18 9.1 7 0 0 7 41.2 0 0 0
W19 8.2 4 0 0 4 23.5 7 1 8
H20 9.6 7 1 0 8 41.2 0 0 0
L21 6.9 6 0 0 6 35.3 0 1 1
123 5.8 6 0 0 6 35.3 0 1 1
L.24 6.2 6 0 0 6 35.3 4 1 5
H25 8.5 7 2 0 9 41.2 2 1 3
H26 11 7 2 0 9 41.2 0 1 1
H27 10.0 9 2 0 11 529 0 0 0
?TTO(;;?) 173 20 2 195
HToro, B % OT MakcuMyMa 66.5 141 77 44d

(Total, % from max)

* Pacemotpennt cemb Moziesieid MIIT st Ber6opok: 1istth noasuios Bmecre (U. a. arctos, U. a. collaris, U. a. beringianus, U. a. piscator, U. a.
yesoensis); Kaskblil moaBu otaensno; U. a. beringianus (6e3 Caxanuna); U. a. yesoensis (6e3 1O. Kypwurn).

Ob0o3Hauenus: max — YICJI0 MOTAPHBIX CPABHEHMUIT TTO/IBI/IOB MJIN BHYTPUIOABHIOBEIX (hopM; E — KOMIIOHEHTBI M3MEHIHBOCTH PA3MEPOB
yepera, K — KoMHIoHeHTh m13MeHUNBOCTH ITporopnnii ueperna. Koaddurment sapuarym (CV) oTpaskaeT cTerieHb BApbUPOBAHNS MTPU3HAKA
JIUIs COBOKYITHO# BBIOOPKH TIO/(BHIOB.

* Seven MDS models were tested: five subspecies (U. a. arctos, U. a. collaris, U. a. beringianus, U. a. piscator, U. a. yesoensis); each subspecies
separately; U. a. beringianus (without Sakhalin); U. a. yesoensis (without S. Kurils).

Designations: max — number of paired comparisons of subspecies or the forms inside subspecies; E — components of size variability, K —
components of shape variability. Coefficient of variation (CV) reflects the degree of variability in the joint sample of subspecies.
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Ta6auna 9. MHbopManoHHast Pa3MEPHOCTb U TUII PAHTOBOTO PACIIPECTCHUS VIS PE3YJIBTATOB IUXOTOMUYECKOI KIacCu(UKAIMU BbI-
60pok MezBeseit (ypoBau kiaccudukarmu — L =1, 2, 3, 4, MAKCUMaJIbHO BO3MOKHOE YHCJIO KJIACCOB — 2%).

Ta6mana 9. Information dimension and type of the rank distributions for results of dichotomizing classifications (level of classification —

L=1,2,3, 4, the greatest possible number of classes — 2*).

SR Koobdmmer Hap.aMe_szm. pacrpesesiennst
HH(I)OpMaI_II/IOHHaH BOTO II))aC]'[pe- JleTepMUHAIINKA (DlStI‘lbllthIl parameters)
Budops mypammenn 1 AL AT % KlRmod
(Sample) (Information dimen- (Typlé Zf4rank (Coefficient of (KLE, N
. SN . . o
sion (A, bit) _1n the distribution determination R|Rmod)
equation H = AL) when L = 4) for model of rank
distribution, %)
U. a. yesoensis (6e3
10 Kypur) 0.884+0.02 [unda 97.6 ~0.000 0.242+0.008  0.821%0.035
(U. a. yesoensis (Zipf)
(without S. Kurils)
U .a. yesoensis
rpymaC o 0.895+0.01 Hnmnda 89.2 0.011 0.177+0012  0.525+0.053
(U .a. yesoensis, (Zipf)
group C)
U. a. yesoensis 0.906=0.008 (1216b6bcj) 96.7 ~0.000 0.168+0.007  0.136+0.008
U. a. beringianus .945%0. . . . 1700. .589+0.
b 0.945+0.010 L(I;‘i;%a 86.1 0.049 0.170+0.013  0.589+0.056
.a. piscator . +0. . . . . +0. .035%£0.
Ua. pi 0.946+0.007 Ig‘g)‘g‘ 92.1 0.006 0.165£0.009  0.555+0.041
U. a. arctos 0.915+0.010 (Dé?f}fj) 93.9 0.002 0.176+0.010  0.145+0.012
. a. collaris . +0. . . A . +0. . +0.
U. llari 0.943+0.005 (Igﬁ?bcsa) 71.4 0.021 0.112+0.009  0.064+0.012
Best BbIOOpKa Tu66ca
(Joint sample) 0.950+0.004 (Gibbs) 96.3 0.007 0.134+0.004  0.102+0.006

criennpuaeckrne 0cOOGEHHOCTH H3MEHUHBOCTH BHY TPI
KOHKPETHBIX TPYIIT OCTAIOTCS CKPBITHL /7151 TTOABUIOB
u dopM “nipaBusa”, OMUCAHHBIE JIJIT BUA, OCTAIOTCS
[PEXKHIMU, HO BBICTYIIAIOT B KAYECTBE [TOCTOSTHHOTO
(ona, Ha KOTOPOM BBISIBJISIIOTCS clielupudeckue s
TOW WJIM WHOHM Pachl OTPaHMYEHMS U3MEHYUBOCTH.
EcTecTBeHHO, 4TO OOBIYHO OHU MEHee JKECTKHE, YeM
OCHOBHBIE “TIpaBUJIa”, TTOATOMY OIIEHKA HHTPOIUU
(pa3Ho0Opasust) Ha HUKHUX YPOBHSIX, KaK MPABUJIO,
Boitite, TakuM 06pa3oM, KOPPEKTHOE CpaBHEHUE pa3-
HOOOPAa3usi BO3MOKHO TOJIBKO B MPEJIETaX OJHOTO U
TOTO JKe YPOBHsI. B paccmarpuBaeMoM cirydae MITHH-
MaJIbHbIe 3HAYEHUST MEP OPraHN30BaHHOCTU Pa3HOO-
Gpasus moJrydeHsl 1uist moasuaoB U. a. beringianusn U.
a. collaris, a makcumanbabie — st U. a. yesoensis u U.
a. arctos. ITOT PE3yJIbTAT COOTBETCTBYET PA3TUUUAM

MEKIy TOJBUAMU IO BeJTMunHe MHGOPMAIMOHHON
pasmepnocTu. Ha nannom hone aHoMaabHO BbICOKOE
3HaueHue ToKazaTess aeMoHctpupyer rpynmna C c
XOoKKalo, 94TO0 yKa3bIBaeT HA 3HAUMMBbIC OTpaHUYe-
Hust Mopdosornyeckoro pasHoobpasus. dus U. a.
arctos BBICOKOE OTpaHMYEHHE Pa3HOOOPA3HS MOKET
OBITE  O0YCJIOBJIEHO HEOIHOPOAHOCTHIO BBIOODPKH,
BKJIIOYAIOIIEH elle He BbISIBJICHHbIE reorpaduyeckue
pacel B ceBepHOll EBpasnm.

IKJI oTHOCUTENbHO PaBHOMEPHOTO pactipejie-
genust (Jr, Tabm. 10) mOJOKHUTENBHO KOPPEIUPYET
(r,= 0.86) ¢ mepoi OpranM30BaHHOCTU Pa3MePHON
M3MEHYMBOCTU. BbICOKMe 3HAUEHUS Mepbl OpTraHu-
30BAaHHOCTH COOTBETCTBYIOT HoJsiee ocTpoil dopme
pacnipenenenns 3HadeHuit oceti MIII (Puc. 10).
ITo Toii ke tpuumHe HAGJIIOLAETCS OTPULIATEIbHAS
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Ta6auna 10. MubopmaluoHHbie epeMeHHble MOPhOIOrHYecKoro pasHoobpasus depena measeas (U. arctos) oneHerHble o ocsim MIII.

Table 10. Information variables of skull variability in brown bear (U. arctos) estimated by the MDS axes.

W3menunBocTh pasmepoB

V3MeHunBOCTD IPOIIOPITHIL

BriGopxka N L (Size variability) (Shape variability)
(Sample)
d 0 JnJr d 0 JnoJr

Bes sribopra 245 1 6 027+0.003 003 049 5 0.1620.002 013  0.13
(Joint sample)
U. a. arctos, U. a. collaris 102 2 7 0.23+0.004 0.04 038 4 0.13+£0.005 0.07 0.14
U. a. piscator, U. a. beringianus 85 2 4 0.23+0.007 004 028 4 0.15+0.006 0.11  0.20
U. a. arctos 75 3 7 0.23+0.006 0.04 036 4 0.13+0.006 0.07 0.12
U. a. collaris 27 3 4 0.15+£0.016 012 024 3 0.09+£0.013 0.13  0.20
U. a. piscator 53 3 4 0.20+0.009 005 035 4 0.11+0.009 0.09 0.15
U. a. beringianus 32 3 5 0.12+0.010 0.06 017 4 0.10£0.010 0.07 0.09
U. a. beringianus, 6e3 Caxanina
(U. a. beringianus, without Sakhalin) 19 4 5 0.14+0.017 0.07 018 4 0.10+£0.016 0.13 0.16
U. a. yesoensis 52 3 3 0.22+0.010 005 026 4 0.11+0.008 0.04 0.13
U. a. yesoensis, 6e3 10.Kypui
(U. a. yesoensis, without S. Kurils) 46 4 2 0.17£0.015 0.03 027 4 0.11+0.008 0.07 0.11
U. a. yesoensis, rpynmna € 24 5 5 021£0015 015 036 3 0.19+0.019 019 023

(U. a. yesoensis, group C)

Obosnauenusi: N — 00béM BoIGOPKH, L — yeaoBHblii “uepapxudeckuii yposern”, d — uncio oceit MIII, O — Mepa oprann3oBaHHOCTH pas-
HooGpasus, Jn u Jr — yaeabHast (cpeanss Ha ocb MIIT) orrocurenbras sntponust Kysisbaka-Jleiibiepa st HOpMaJIbHOTO ¥ PABHOMEPHOTO

pacIpesieleHIi.

Designations: N — sample volume; L — conditional “hierarchical level”; d — number of MDS axes; O — measure of variability organization;
Jnu Jr — average per MDS axis Kulbak-Leibler relative entropy for normal and rectangular distributions.

KOPPEJISANUS MEXKIYy MEPON OPraHM30BaHHOCTH U
IKJI oTHOCHUTETHHO HOPMAJIBLHOTO PacHpesieseHus
(r,=-0.58). Ilo abcomoTHOl BeTMYnNHE OTKIOHEHU
OT HOpPMaJIbHOTO pacnupenenenus ocer MII, omucehi-
BalOINX M3MEHUYNBOCTH pa3mMepoB, HeBennku. Cire-
JIOBATEIbHO, MOJIEJb HOPMAJIbHOTO paCIpeie/IeHIsT
CTATUCTUYECKH a/IEKBATHA JIJISI BCEX PACCMOTPEHHDIX
06bekToB. IKJI mia oceit MIII, onucbiBarommx
[IPOIIOPIIMN Yepera, He KOPPEJIUpyeT ¢ Mepoi op-
TaHM30BAaHHOCTU. B cpexnem onHa Bbimie, yem IDKJI
JUTST Pa3MEpPHOI M3MEHYUBOCTH. JTO CBSI3AHO C TEM,
4TO OOBIYHO XaPAKTEP PACIPEAeICHUS TIEPBbIX OCeil
MIIT (K1-K3) samerno npubimskaercss K (opme
PaBHOMEPHOTO paciipejieieHusl, 4TO, B CBOIO OU€epe/ib,
OTpaskaeT PasHUILy B OrPaHUYEHUSIX PasHOOOpasuu
yeperia 1o pasmepam u opme.

OBCYJK/IEHUE

1. B pamKkax MHOTOMEpPHOTO aHa/luW3a OIMHcaHa
CTPYKTYpa HM3MEHYMBOCTH deperna Oyporo Meise-
N1 U TIPOBENIEHO CPaBHEHWE MEKIY SKMBOTHBIMU C
Xokkaiizo u Haubosee reorpahuyecku OJIU3KUMU K
HuM ronyJstiimsiMu Caxannna u [Ipumopckoro kpast.
CpaBHeHHE CTPYKTYPbl U3MEHUNBOCTH TIOABUIOB W
reorpapuyecKuX TPYII BBISIBUJIO KaK CXOJCTBO, TaK
U CyTIIeCTBEHHbIE PAa3JIMYus Ha YPOBHE “yIIpaBjieHus”
M3MEHYUBOCTBIO OT/IEJTbHBIMU ITPU3HAKAMU U I10 Be-
JiuarHe MOP(OMETPUIECKOTO PA3HOOOPA3HSI.

VY nopsupa U. a. yesoensis pasHooOpasue B CTPYK-
Type U3MEHYHMBOCTH Pa3MepoB uepera 00yCJI0BIeHO
TEM, YTO BbICOTA HWKHEN 4efocTu mo3aan m1, giu-
Ha JIMIEBOTO OT/IENIa, CKYJIOBAasl IWPUHA, MHUPUHA



Kpanromerpuueckoe pasHoo6pasue OCTPOBHBIX HOILYJIAIINA OyPOro MeaBeis

KOCTHOTO HEGa, MHUpUHA
BHCOYHOTO CY’KEHUSI, MEXK-
[JIa3HUYHAS IUPUHA 1 Hau-
GOJIBIIN THAMET] TTa3HUIL
KOHTPOJIMPYIOTCS HECKOJIb-
KUMHM CTATUCTUYECKU He-
3aBUCUMBIMU  (DAaKTOPAMHU.
[TpeanosoxkureabHO K
9TUM (haKTOpaM MOXKHO OT-
HecTH HeujeHTuduUIUpye-
MBIl BO3pacT >KUBOTHBIX,
9KOJIOTUYECKUE YCJIOBUA U
Bapualuu B HacJe/ICTBEH-
HOIl uHGOPMAITUN MEXKITY
pasHbIMM reorpapuyecKku-
MU rpymiaMmu. Bapbuposa-
HUE OCTJILHBLIX IIPOMEPOB,
KpoMe JUIMHBI  HUKHETO
psima  1edHbIx  3y60B, B
OCHOBHOM CKOPPEJIMPOBa-
HO ¢ OOUMME pasMepamu
yepera. HesHaunTe bHbBIM
o0beM  BBIOOPKH  H0/KHO-
KYPUJIbCKUX MeJ/Be/leil He
[I0O3BOJIJI [IOCTPOUTD JLJISI
Hux moziesib MIIL. Tlpu mc-
KJIIOYEHUU 9TOH IPYIIIbI U3
BBIGOPKY Yesoensis pazmep-
HOCTDb MOJIeJIN CHUKAETCS C
3 1o 2, mpuyeM BTOpasi 0Ch
MIII onuceiBaeT B 3TOM
cay4yae TOJIbKO YacTb W3-
MEHYUBOCTU  MaCTOM/IHOM
HIMPUHBL U HIMPUHBI KOCT-
Horo Héba. CiesoBaTeIbHO,
BKJIa[l HEOOIBIION BBIGOPKYM  10KHOKYPHIBCKUX
MeziBe/iel B obIiee pasHoo6pasue CTPYKTYPhI H3MEH-
YUBOCTU MOJBU/IA YeSOensis NOJLKEH ObITh MPU3HAH
CYIIECTBEHHDIM.

Crenuduyeckas iBMEHUMBOCTHPA3MEPOBIOKHOMN
rpytibt (C) ¢ Xokkaiizo (Puc. 1) BocripousBoautcs
b0 OMIIL. Bbicokast pasMepHOCTh 00yCIOBIEHA
KOMILJIEKCHOCTBIO U3MEHUYMBOCTHU: JIJIMHBI JINIIEBOIO
oT/eNa, IVINHBI BEPXHEro U HUKHETO PS/IOB MIEYHbIX
3y06OB, IIUPUHBI MO3TOBON KOPOOKH, IMTUPUHBI BU-
COYHOTO CY’KeHUsT, HanOOJIbIIIel MIMPUHBI KOCTHOTO
HEGa, HaMOOMBINErO AWaMeTpa TJIAa3HUIl, BBICOTON
Hskael yemocty nosaau mi. Ipu atom npakruye-
CKM He BbIPAJKEHA aJJIOMeTpUYecKas N3MEHUYUBOCTD
yepera.
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Puc. 8. Yerbipe ocHOBHBIX “TIaTTepHA” NU3BMEHUYUBOCTU Uepena Mease/iell (TI0SICHEHMS B TEKCTE).

Fig. 8. Four basic morphological “patterns” in the bear’s skull variability (see text for explanations).

PasHooOpasue CTPYKTYPbl M3MEHYMBOCTU IOJ-
Buzna U. a. beringianus 3amerto Bbime (d = 5) u
CBSI3aHO C JIEBSITHIO IIPOMEPAMU: JIJIMHON BEPXHETO
PAzia WeYHbIX 3y60B, CKYJI0BOI IMUPUHON, ITUPUHOIL
BUCOYHOTO CY/KEHUs], MEXIJIA3HUYHOU MIMPUHOMN,
HMIMPUHON B 3aTHLIOYHBIX MBIIIEAKAX, HAuOOJIbIIEN
HMIMPUHON KOCTHOro HEGA, BBICOTOI 3aThLIKa, IUa-
METPOM TJIA3HUIIBI ¥ JITUHON HWKHETO Psi/ia IEeYHBIX
3y60B. Vckiouenie us anaausa measeaeil Caxainta
He TIPUBEJIO K CHIKEHHUIO PAa3MEPHOCTH COOTBETCTBY -
omett mogiesin MIII. He BbIgBIeHO U CylileCTBEHHON
MePECTPONKHN CTPYKTYPbl U3MEHYUBOCTH, UYTO T'OBO-
PUT O CUJIBHOM HOZ00MH MESKIY KOHTHHEHTAIbHBIMI
U OCTPOBHBIMU JKMBOTHBIMHU. Uepera caxaJrmHCKUX
MeJIBeJIell B Cpe/iieM HECKOJIBKO MeHbIlle KOHTUHEH-
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Puc. 9. Panroseie pacnipesiesiennst yactot (n,/N = p) kraccos, 06-
Pa3yIoNUXCcs HA YeTBEPTOM YPOBHE JIMXOTOMUYECKOH KJaccudu-
Karuu BbIGOPOK MOABUAOB GYPOro MEBEIS: a — PacIpesie/IecHIs,
COOTBETCTBYIONINE PaHroBoMYy pactpeeienuto [unda; b — pac-
IpejiesieHtsi, COOTBETCTBYIOIIME PAHIOBOMY PaCIpeesIeHII0
Tu66ca.

Fig. 9. Rank distributions of the frequencies (n,/N = p,) of the clus-
ters for the four level of dichotomy classification of bear’s subspe-
cies: a — distributions described by Zipf rank law, b — distributions
described by Gibbs rank law (see text for explanations).

TanbHbIX. Haubojiee 3HauMMblE OTJIMYMS KaCalOTCsI
Cy’KeHUs ueperna B 3arJasHuYHON obmacTu (IIUpUHA
BUCOYHOI'O CYKEHUsI U IIUPUHA 3aHEHEOHON BhIPE3-
KU, MEKTJIAa3HUYHAST ITMPUHA).

O6bem BoIOOpKM Mensezeill ¢ CaxaamHa Hexo-
CTaTOYEH JIJIsT PEIEHUsT BOMPOCa O CYIIECTBOBAHUT
Ha OCTPOBE MOP(OJOTHYECKN U TPOCTPAHCTBEHHO
obocobennbix rpymmpoBok (TOxuu 1991). Mop-
(osornyeckas kaaccudukaysg Haiiell BHIOOPKU He
BBISIBUJIA OTPEIEJIEHHOTO TIOPSIIKA U TPYIITHPOBOK
ocobell, cBsI3aHHbIX ¢ reorpacdueil. [Iyst BbIICHEHUSI
CTPYKTYPbl OPraHM3aIluN CaXaJUHCKOW TOMYJISITAN
MejBenell HeoOX0AUMO coueTanue Mopdomerpuye-
CKMX W MOJIEKYJISIPHO-TEHETUYECKUX METO/I0B HC-
cilefloBaHmii, 0as3UPYIOIUXCI Ha AONOJHHTEIbHOM
MaTepuaJe.

I.®. Bapoimankos u A TO. Ilysauenko
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Puc. 10. Vzmenenue meps opranuzoantoctu (O) pasnooGpasus
pasMepoB ueperia, B 3aBUCUMOCTH OT YCJIOBHOTO “HePAPXUYECKOr0
yposus” (L) (a) u pactipenenenus snaderuit OMIII upu L =1 (b)
u L =3 (U. a. yesoensis) (c): beringianus 1 — BbiGopka 6e3 Caxa-
Jmua; yesoensis 1 — Boibopka 6e3 0. Kypuu; yesoensis, C — oxuast
rpynnuposka C ¢ Xokkaiio; 1-6 — Homepa oceit MI11.

Fig. 10. Change of organisation of skull size variability (O) at dif-
ferent conditional “hierarchical” levels (L) (a) and the peculiari-
ties of MDS distributions at L = 1 (b), L = 3 (U. a. yesoensis) (c):
beringianus 1 — sample without Sakhalin I.; yesoensis 17 — sample
without S. Kurils; yesoensis, C — southern group from Hokkaido;
1-6 — MDS numbers.
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2. Kuaccudukaims ocobeit
na ocaose OMIII naet yzoBier-
BODUTEJIbHOE  IOATBEPKIEHUE
nuddepennmarum MeJIBeent
U. a. beringianus Caxanuna u
Xoxkaiizio. [To paamepam uepera
Bce Treorpaduyueckue rpyIIN-
poBku U. a. yesoensis ycTOMINBO
MeHblIle, yeM caxanmackue U. a.
beringianus. HaubGosee derTkas
nuddepennmraus MexaIy HIMU
OTMeYeHa MO HauOOJBIIEH -
puUHe KOCTHOrO HEGA W JUIWHE
Huskneit yemoctu (L21, L23).

Baytpn mnomsuma U .a.
yesoensis MTO/ITBEPIKIAETCS
Mopdosorudeckast auddepen-
U MEXKIAY BCEMHU TpeMs
reHeTUYeCKUMU rpyImamMmu
(Baryshnikov et al. 2004). TIpu
3TOM MaKCHMAaJbHAs AMCTAHIIH
ompeziesieHa MEKIYy BOCTOYHON
(B) u nieaTpasnbrOii (A) rpynma-
mu. [pynma C mopdosiornueckn
MIPUMEPHO paBHOYAJEHA W OT
B u ot A. Yucsio mpomepos, 110
KOTOPbIM O0OHapYsKEHbI CTaTh-
CTUYECKH 3HAYMMbIE Pa3TUUUS
MeXJy reHernyeckumu  Gop-
Mamu, HeBesinko. Jluddepen-
muamnuga  Measenein  XOKKaiio
00yCJIOBJIeHA [IPEUMYIIEeCTBEeH-
HO W3MEHYHMBOCTBIO IPOMEPOB
MIUPUHBL  TlepeOpaTbHON YacTu
(BRJIIOYAsT CKYJIOBYIO IMUPUHY)
U OCHOBAHM: dYepera, a TaKxKe
MIPOMEPOB BBICOTHI HUIKHEH de-
JiocTu. B oTmenpHBIX corydasx
OTIpPe/IeJIEHHYIO  POJib  UTPAIOT
JUTMHA BEPXHETO Psi/ia METHBIX
3y6oB (rpynnma B — wmeasean
octpoBoB Utypyn n Kynammup)
U OCHOBHAs [JIMHA 4Yepera
(rpynma B — rpynma C).

ITonoxenne U. a. yesoensis n

€ro TeHEeTUKO-reorpaduIecKux IPyHIITHPOBOK HILIIO-
crpupyer Puc. 11. Ha nennporpamme mpu OTHOCH-
TEJIbHO HEBLICOKOM yPOBHE “OyTCTperr-noigepKKu’”
Bbibopka mezaseneit 10. Kypun obocobiena or Beex
ocrasibHbIX BbIOOpoK noxsuna U. a. yesoensis. Tlpu
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Puc. 11. Mopdosorndeckas auddepennnanins mojABua0B 1 reorpapuieckux rpynimpoBoK
MezBe/ieil (AIMTUBHAS AeH/IPOrPAMMA, TIOCTPOCHHAS Ha OCHOBE CPEAHEBLIGOPOUYHBIX 3HAUE-
nuit OMII). A, B, C —reorpacdudeckue rpynnipoBku Meseseil XoKKaiao; nndpbl 0KOI0
Y3JI0B BETBJICHUsI 0003HAYAIOT YPOBEHb “CyTCTPEI-TIOAACPIKKI” BETBJICHHsI B HPOILECHTAX;
udpbl OKOJIO BETBEil COOTBETCTBYIOT PACCTOSHUIO MexkAy Hogamu (“Mopdosornueckas
muactannus”). Jliist onpeesieHus: IUCTAaHINE MEKLY OOBEKTaMHU HYXKHO CJIOKUTD JITHHBI,
COEIMHAONNX UX HOAOB (HAPUMEp, PACCTOSTHUE MEKIY MEABEISAMY EHTPAIBHON TPYIIIIBI
Xokkaiizio (A) u measeasivu nogsua U. a. arctos — 0.016), a Mexxay rpytmmoil A u Me/BesiMu
Caxasmna — 0.024.

Fig. 11. Morphological differentiation in the bear’s subspecies and geographical groupings
(additive tree based on the MDS means). A, B, C geographical groupings from Hokkaido;
numbers near the nodes — bootstrap supports in %; numbers near the branches are equal to
the distances between nodes (“morphological distance”). It is necessary to sum the branches’
lengths between any two objects for distance definition between them. For example, the
distance between bears from Hokkaido (group A) and subcpecies U. a. arctos is 0.016, and
between group A and bears from Sakhalin is — 0.024.

3TOM MaKCHMaJIbHO OHA A depeHIinpoBaHa oT 1eH-
TPAJIbHOU TPYIIIMPOBKU A M B PaBHOI Mepe OJin3Ka
k rpynmam B m C. Bosee neranbHOe cpaBHeHUE B
paMKax OJIHOMEPHOTO aHaJM3a BBIABUIO OJU30CTD
I0)KHOKYPHIIBCKIX Me/[BeZielt K rpymre B, 94To cooT-
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BETCTBYeT THUIIOTe3e WX IIPOUCXOXKIEHUS OT Iepe-
cesieHIleB n3 aToil yactu Xokkaijo. Ha atom ¢done
measean IOxubprx Kypusn nemonctpupytor ciermdu-
KY, YKa3bIBaIOIIYIO Ha 1poliecc auddepeHipanu ux
OT MaTepuHCKOl Tpynmbl B ¢ Xokkaiino. 3Haunmoe
(Ha He BBICOKOM YPOBHE) pa3judrie MesK/y TPYTIIOoi
B U I0KHOKYPUJIbCKUME MEJBEIIMU OOHAPYKEHBI
no juinae P4-M2, xoTopast JocTUTaeT y MOCTIeTHUX
MaKCUMAaJILHOTO 3HAYEHUS TI0 CPABHEHUIO CO BCEMU
JIPYTUMU Me/iBeIIMU XOKKai10.

Mopdomerpuyeckue jgaHHble HE KOPPEJUPYIOT
¢ TIPe/INoJIaraeMbIMUA CPOKAMU PACCEJIEHNS Pa3HbIX
rpymm Gyporo MezBesist Ha XOKKaiIo 1 Ompeaess-
I0TCS, BEpoATHEEe BCEro, CHenu@uKoil 3BOIONUN
JOKambHBIX Tomyssiuil. C y4eToM TeHeTHYecKUX
JAHHBIX, TUIIOTE3a O 3aCEJEeHUU IEeHTPAJbHOU ua-
ctr Xokkaimo (rpynma A) MeaBeasMu, OGJU3KUM
K ceifuac oburaiomuM Ha CaxasumHe, BBITJISIAT
ManoBepodaTHou. IIpu aTomM ocTaetcst BepodTeH Te-
HETHYECKUH 0OMEH MEKIY STHMU MOMYJIANISIMIA B
MO3/IHEM TIIEHCTOIleHe, B MEPUOJ] CYTECTBOBAHUS
MOCJIEJTHETO TT0 BPEMEHU HA3€MHOTO MOCTa MEXKIY
OCTPOBaMHU.

3. Ananmus mopdosorndeckoii auddepeniuannm
U CTPYKTYpbl M3MEHYMBOCTU y ndTH u3 21 cye-
CTBYIOIIUX 1OABMA0B Oyporo wmexasens (Bapbiii-
HuKoB 2007) TO3BOJMI BBIIEUTH YeThIPE TPYIIITHI
[IPOMEPOB. YUYacTKU 4Yepena, MapKepaMu KOTOPbIX
BBICTYIIAIOT TIPOMEPBI M3 Pa3HBIX TPYII, 00pasyoT
Ha HEM OGojiee-MeHee YIOPANOYECHHYIO CTPYKTYPY
(Puc. 8). BoigBiieHHbIl TATTEPH SIBJSETCS OCHOBOI
JUIST “TIporHO3a” TTPU UCCJIeIOBAHNH JPYTUX BHYTPU-
BUJIOBBIX BBIIETIOB U (DOPMYJIUPOBAHUU TUTIOTE3 00
VIPaBJIEHUN OHTOTEHE30M W IBOJIIOIMOHHBIMU TIpe-
06pa3oBaHUsIMU Yepera.

4. B pabote BIiepBble OIPEIEICHbI KOJUUECTBEH-
Hble XapakTepucTtuku mopdosornueckoro (Mopdo-
METPUYECKOT0) PasHooOpasusi depena MejBele,
KOTOpBIE MOTYT OBITh HCIOJIb30BAHbI [IJIsI CPaBHU-
TeJIBHBIX UCCJIEIOBAHUIA.

Cpennue 3HaYeHUS Mep OPTraHM30BAHHOCTU W3-
MeHuuBocTu y 6yporo Measens — 0.20 (M3MEHYMBOCTh
pasmepoB) u 0.11 (usmenunBocThb hopmbr). Yeper U.
a. yesoensis OTINYAETCS HU3KUM PasHOOOPA3HeM 10
cpaBHEHMIO ¢ TaKOBbIM U. a. beringianus. Jta omeHKa
MOJITBEPIK/IAETCS HUBKOW BeJMYMHON WHOOpMAI-
OHHOI pa3MepHoCTH y yesoensis. Hesb3s nckimoyars,
YTO B JJAHHOM CJIy4ae HU3Koe MOP(OJIOormIecKoe pas-
HOOGpa3sme CBA3AHO ¢ HU3KUM TEHETHYECKUM PA3HO-
obpasuem mezBesieit Xokkaiino (Tsuruga et al. 1994).

I.®. Bapoimankos u A TO. Ilysauenko

AHaM3 paHTOBBIX pacIpeiesIeHUil KJIACCOB JIU-
XOTOMHUYECKOM KJIACCU(DUKAIIMKI BBISIBUJ PA3JINIHS
MEXKIy TeorpapuiyecKNMK pacaMu MeBe/iel, KOTo-
pbli€e He 3aBUCST OT MH(MOPMAITMOHHON Pa3MEPHOCTH 1
Mepbl OPraHM30BaHHOCTH pasHooGpasust. HecMoTpst
Ha pasHble MoKazaTean MOP(OJOTHIECKOTO Pa3HOO0-
Opasus, 1 MeBeseil ¢ XokKaimo u as noasuzia U.
a. beringianus van6oJiee ajeKBaTHBIM ObLIO THIIEPOO-
suueckoe pactpenenenne [unda. Pazauuus B ture
PAHTOBBIX PaclpeleJieHHii MOTYT OBITh CBSI3aHBI C
TUTIOTETUYECKUMHU OHTOTEHETHUECKUMU (haKTOPaMHU,
KOTOpBIE  OIpeNessaioT neUHUTUBHOE CTPOEHUE
yepena: 9KOJIOTUYECKHE YCJIOBHUS OHTOreHe3a, Ha-
crexyemMble 0COOEHHOCTU YIIPABJIEHUS OHTOTEHE30M,
B TOM YHCJIe OHTOT€HE30M OT/IEIbHBIX YacTell uepera,
u 1. 1. [Ipy mpoyux paBHBIX YCJOBHSX THIIEPHO-
gudeckoe pacrpeneneare [lumnda coorBercTBYeET
Mojlesin “MSATKOTO” YIIpaBJIEHUs OHTOTEHE30M, TIPHU
KOTOPOM XapaKTep BJIMSHUS OCHOBHBIX (PaKTOPOB
oTHChIBaeTcs JorapupmMudeckoil pyHKIen. JKCro-
HeHIMaJbHOe pacipeznesenne [n66ca mpeamoaraer
JKeCTKYI0 (JIMHEWHY0) 3aBUCUMOCTb OHTOTEHe3a U
Ne(UHUTUBHBIX MPU3HAKOB OT YIIPABJSIONUX (ak-
TOPOB U, COOTBETCTBEHHO, OTHOCUTEIHHO HUIKYIO
YCTOHYMBOCTD OHTOreHe3a. Eciin BbIOOPKa COMepKuT
IPYIIIIbL, OTIMYAIONIIECST MEKLY COOOM IO CTPYKTYPE
M3MEHYUBOCTH, TO, BEPOSITHEE BCETO, PAHTOBOE Pac-
npegenenre OyaeT UMeTh SKCIIOHEHIUAIbHBIA BUI.
Tak, “nobaBka” K BbIOOpPKEe ¢ XOKKANA0 HECKOJIbKUX
9K3EMILISIPOB  I0KHOKYPUJIbCKUX MeJIBe/Iell TTPUBO-
JIUT K U3MEHEHUIO TUIIA PAHTOBOTO paclpe/ie/IeHIs
OT rumepbOMMIECKOTO Ha 9KCITOHEHITHaIbHOe, Takum
006pasoM, IIpeJioKeHHas Bblllie HHTepPIpeTalnus OT-
HOCUTCS TOJTBKO K OTHOCHUTEJIHHO OJTHOPOIHBIM BbI-
GopKaM.

5. B GosblIMHCTBE CiyyaeB HU3Kast CPEIHSIS
Besimunnaa DKJI pig ocett MIII oTHOCHUTENIBHO HOP-
MaJIbHOTO PACIPeEeTeHNs] COOTBETCTBYET THIIOTE3E
“BOJIIOTTMOHHOTO paBHOBeCHs . JTa TUIIOTE3a TIPe-
MoJIaraeT OTCYTCTBUE AaKTUBHBIX 3BOJIOITMOHHBIX
MIPOIECCOB HA BHYTPUBUIOBOM yPOBHE. AIEKBATHOE
OTIMCaHue PE3YJIbTATOB AUXOTOMUYECKON Kaaccudu-
Kalluy OJTHUM W3 THUIIOB PAHTOBBIX PacIpe/ieIeHNni,
B COYETAHUU C BOBMOKHOCTHIO YCTOMUMBON CTaTH-
CTUYECKON OlleHKU MH(POPMAIIMOHHON Pa3MePHOCTH,
TaK’Ke YKa3bIBAIOT, KAK MUHUMYM, Ha CTAIMOHAPHOE
3BOJIIOIIMOHHOE cocTosinue. [ToguepkueM, 4To cucre-
Ma B CTa/INN aKTUBU3AIIUU IBOJIOIIMOHHOTO TIPOTiecca
He OyzIeT OIMCHIBAThCS HUKAKUM PAHTOBBIM pacipe-
JIETTEHNEM.
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Bmecre ¢ TeM Helb3sT UCKJIOYNUTB, YTO Pas3HbIe
MOABU/BI OYPOTO MEJIBE/sl HAXOJSATCS Ha PasHBIX
CTaUAX UBEPreHun ot obmiero npeaka. Hampas-
JIEHHOCTD 9BOJIIOINN MOXKET 32/[aBaThCS MEPEXOIOM
oT “>kecTkoro” K “msArkomy” YIPaBJIeHUIO OHTOTe-
HE30M, T. €. IBMKEHUEM B CTOPOHY CITEITUAIN3AIIT
M aBTOHOMM3AIMN OHTOreHesza. B aToll cBsI3U OT-
METHUM, YTO TapaMeTP A PAHTOBOTO pacIpeieeHus]
Tu66ca B TepMoprHAMUKE 0OPATHO IIPOIOPIMOHA-
JieH abCcoJIIoTHOU TemrepaType cucrembl (cum. Jle-
Buu 2004, taba. 12). Pacuer “remmeparypbt” st
JMaHHBIX B Tabs. 12 JleBWya IMOKa3bIBaeT, UTO JISI
pacipenenenuii Tub6ca oHa CyLIECTBEHHO BBbIIIE,
yeM it pactpenenenuii [lunida. Ito cooTHOmEHNE
MOKeT OBITh WHTEPIPETUPOBAHO KaK OTPaKeHUE
nporecca  “oxyaskseHusi”  IBOJIONUOHUPYIONIEH
CUCTEMBI, COTTPOBOKIAIONIETOCS CMEHOW THUIA paH-
roBoro pacupenenenud. [lox “oxmaxkmenvem” Mbl
MMOHWUMAaeM JIOCTVKEHWE OTHOCHUTEIBLHO BBICOKOTO
YPOBHSI CIIEIUATU3AIIY, ABTOHOMU3AINN HEMHOTHX
BAapUAHTOB OHTOTEHE3a, WJIN PE3YJIbTaT Jerpajauu
FEHETHYECKOTO Pa3HOOOpasust Mocjie MPOXOKICHUSI
“6GyThLIOYHOTO ropJa” U T. II.

B pamkax paccMOTpeHHOI BbIllie THITOTE3bI T10/I-
Buzbl U. a. yesoensis, U. a. beringianus v U. a. piscator
JIOJUKHBI ~ PACCMATPUBATBCS  KaK — CIEIUATU3UPO-
BaHHbIE, HAXOJAIINECST Ha OoJiee MO3[HUX CTAUSIX
JIMBEPTEHIM OTHOCUTEJNBHO APYTUX TOABUAOB OY-
POro Me/IBells, BKJIIOUEHHBIX B Halll aHaiu3. Pas3Hble
reHeTnKo-Teorpacdmueckne rpynmsl U. a. yesoensis
MOTYT HaXOJWTbCSI B PasHbIX ¢azax Ipoiecca ciie-
nuanusanun. [IpoBepka 21Ol rumoressl Tpebyer
JIOTIOJIHUTEIHHOTO MaTepuaa o rpymmnam A, B u o
measezsim ¢ fOxxubrx Kypnr.
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