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PE3IOME

MopdomeTpruecknii ananms 84 yepernoB B3POCIbIX caMIioB Ursus arctos c ocTpoBOB 105KHOH yacTh OXOTCKOTO MOPST
BBISIBUJI Pa3JIuist MKy OypbIMU MeBestMu ¢ 0. Xokkaiino u Oxubix Kypu (U. a. yesoensis), ¢ OIHON CTOPOHBI,
u TakoBbiMHE ¢ 0. Caxannh, [[laHTapcKNUX 0-BOB U MpHJIesKatiell yactu azumatckoro marepuka (U. a. beringianus), ¢
JIPYTOil CTOPOHBI. AHAIN3 TaKKe BBIABUI KPAHHOMETPUIECKHE OCOOEHHOCTH MeIBeIeH B TPEX TEHETUIECKH Pas-
JIMYAIOINXCS TPYTIax Ha XOKKaiao 1 mokasas cxoactso Measeneit [0xubx Kypua (o. Utypym u o. Kymammp) ¢
MezBeaaME BocTouHoi rpynmnbl (B) Xokkaiigo. Juddeperunanus Measeaeil Ha rpyIibl 00ycJa0BIeHa TJIaBHBIM
06pa3oM BapbUPOBaHUEM HIUPUHBI IIePeOPATLHON YaCTH U OCHOBAHUS YePeria, a TAKsKe BHICOThI HUKHEl YeJTFOCTH.
Meagenu ¢ CaxanHa GJM3KU K MATEPUKOBBIM, HO UMEIOT MEHBbIIINe Pa3Mepbl 1 6oJiee Y3KUii Yepern B 3aria3HIuIHON
obaactu. Mopdomerpuueckre JaHHbIe He KOPPEIUPYIOT C IIPEIoJIaraeMbIMU CPOKAMU PACCEJIEHHST PA3HBIX TPYIIIT
Gyporo mMenBeist Ha XOKKAHA0 1 OTPEIESIIOTCS, BEPOSTHEE BCETO, TOKATBHBIMU /Il TAIUsMU TTOMyJIsAmii. B pa-
6oTe BIIEpBbIE OIpe/ieJIeHbl KOJIMUeCTBeHHbIE (MHPOPMAIIMOHHbBIE) XapaKTePUCTHKKI MOPGOIOrndeckoro (Mopdho-
METPUUYECKOr0) Pa3HOOOpasKs YeperoB MeiBe/iell PasHbIX MOABUAOB, KOTOPbIE BaKHBI /IJIs1 CDABHUTEIbHBIX UCCIEe-
nosanuii. Yepen U. a. yesoensis xapaKkTepusyercst HA3KOU BaprabebHOCTBIO 110 cpaBHeHuto ¢ U. a. beringianus
apyrumu noasuaamu 6yporo Measesst. ChopmynnpoBata runoresa o 6oJiee BBICOKOI MOPHOIOTHIECKO creria-
musanuu U. a. yesoensis, U. a. beringianus v U. a. piscator otHocutesbho U. a. arctos u U. a. collaris.

KioueBsie cioBa: Gropasnoobpasiie, reorpaduueckasi iBMEHYHBOCTH, MHOTOMEPHOE IITKAJIMPOBaHHE, OCTPOBA I0Ta
Oxotckoro mMopst, 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

Bypoiii measens (Ursus arctos L., 1758) siBisiercst
XOPOIIUM 00BEKTOM JIJIsI U3YUEHUST KOJIMIECTBEHHBIX
XapaKTEePUCTUK MOP(OTOTHIECKOTO PasHOOOpasusl.
ITO — FOJTAPKTUYECKUN TTOTUMOPhHBII BUT, YCIIETITHO
HePeKUBIINI 100aIbHYIO IIEPECTPOIKY DKOCUCTEM
Ha TpaHuile TelicTolena u rojomneHa. B EBpasuu u
CeBepHoii AMepuKe UCTOPUYECKU C(HOPMUPOBATICH
MHOTOYMCJIEHHbIe Teorpacdhudyeckue pacbl MejBeneit
(bapprmaukos  2007), xapakrepusylomuecs pas-
JIMYHON crennau3aiueil. Bypoiii MeaBeb SABISAET-
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Puc. 1. Pacnionosxkenue rpynn 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
yucie duioreorpapuuecknx) MCCae0BaHUH, YTO
TaK’Ke [103BOJISIET B IIMPOKOM KOHTEKCTE CPABHUBATD
pe3yJsTaThl, OTpaxalolye pasHble YPOBHU OpPraHu-
3a1UU OGUOJOTMIECKOTO PA3HOOOPasusl.

N3yueHre TEHETUKH OYPOTO MEIBEs BBISBUJIO
MPUCYTCTBUE HAa OCTPOBE XOKKAIO Tpex ajijiora-
tpuueckux rpynn (A, B u C; Puc. 1), xaxnag us ko-
TOPBIX XapakTepusyercst creinuduieckum HabopoM
rariotunioB  mutoxonzapuansuoin JTHK (Tsuruga
et al. 1994; Matsuhashi et al. 1999, 2001; Masuda
et al. 1998, 2001). Xapakrep AUBEPTEHIUU MEKLY
TPYTIIIaMU, BEPOSATHO, OTPAXKAET TTOCTIE0BATETHHBIC
aTallbl MWTPAIMOHHBIX BOJH paccejecHus MelBe-
Jleil 10 CyIeCTBOBABIIMM B IO3/IHEM ILIEHCTOIleHe
CYXOITyTHBIM MOCTaM, CBSI3bIBABIINM XOKKailo ¢
a3MaTCKUM MaTepukoM. B pamkax aToil rumnoresbl
foskHas rpymina C nmpeicTasiisieT TOTOMKOB HarboJree
paHHell W3 COXPAHWBIINUXCS MUTPAIMOHHOM BOJH.
Cremytomuii aTarn 3acejieHus OCTPOBAa acCOIUUPY-
eTcsl ¢ BOCTOYHOM rpynmoit B. B nientpanbHoii yactu
OCTPOBA PACIPOCTPAHEHBI MeBEIN TOCTEeIHEH T10
BpeMEHU MUTPAIMOHHOUM BOJHBI (rpymma A), KOTo-
pbie paccesnych Ha Xokkaino ¢ CaxajinHa B caMoM
KoHIle TreiictorieHa. I[Ipm arom mo pesymsraTam
(buHTEPTIPUHTHHTA, C OHOM CTOPOHBI, TECHETUIECKOE
pasHoobpasue BHyTpu Tpymin HeBesmko (H: 0.241,
0.302), a ¢ ipyToii CTOPOHBI, OTHOCUTEIBHO HEBEIUKA
u ux remernydeckas quddepennnanms (Tsuruga et al.
1994). OTHOCUTENBHO CIa0YI0 FeHETHYECKYIO M-
(hepentmaruio rpynnupoBok MenaBeneln XOKKainio
MOJITBEPKAAIOT PE3YJIBTAThl CPABHEHUS UX C KOHTH-
HEHTAJIbHBIMU €BPA3UUCKUMU TIOMYJIAINSMA BU/IA

(Masuda et al. 1998).
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MousekyIIpHO-TeHeTUYeCKUe WCCJIEIOBAHUS BbI-
JIeJISTIOT  TISITh  COBPEMEHHBIX TEHETUYECKUX KJIAJl
Gyporo MeBefisi B TIPe/lesiaXx €ro BUAOBOTO apeaja
(Matsuhashi et al. 2001). Kmnaga I oObexunser
OCTPOBHBIE MOMYJISIINH, OGUTAIOIIHE Y I0KHOTO oOe-
pesbst Asisickn (renernyecku Hanbosee 6mskn K U.
maritimus Phipps, 1774). Knana 11 BkiatoyaeT moiy-
JISIIUU, pactpocTpaHeHHble B BocTounoit EBporie u,
BEpOATHO, Ha ceBepe EBpasun, Briouas bepunruro.
K aroit kmage Ha X0KKaigI0 IPUHAIIEKAT MeIBEIN
nenTpasibhoit rpymist (A). Knaxy 11T o6pasyior mes-
Be/IM BocTOoKa AJsickn 1 ceBepa Kanajpl. B Hee BXO-
AT Takyke MezBeaun rpynnbel B ¢ Xokkaiino. Knana
IV BrurowaeT menBesnel, sKUBYIMNUX Ha fore Kanajel
u B CITA. Hakonern, 3amnajHoeBporneiickas KJaja
V pacmasaercst Ha JBe CyOKJIaAbl — UOEPUNCKYIO U
Gankanckyo. O6GHAPY/KEHO CXOJACTBO 10 MUTOXOH-
npuanbhoit [IHK mesxy MesiBesiMu 105KHOI TPYIITTbI
(C) ¢ Xokkaiizo 1 MeaBeasMu, obuTarumMu B Tu-
6ete (Matsuhashi et al. 2001).

[lepBble  KpaHMOMETPHUUYECKHE — HCCJEIOBAHUS
Oyporo mMenBens XOKKaligo BHIABUIN “KIMHANIbHOE”
yBeJTMYeHNEe Pa3MePOB JKUBOTHBIX C I0TO-3amajia Ha
ceBepo-BocToK (Yoneda and Abe 1976). Msyuenue
6oJiee TIPEICTABUTENLHOTO MaTeprasia MOATBEPINIIO
HaJIMY¥e TAKOH TeHIEHIINH, KOTOPAasi COMTPOBOK/IAET-
Cs1 OTHOCHUTEJIbHBIM YBEJIMYEHUEM BbICOTbI MO3TOBO-
TO OT/IeIa Yepena U YAJTUHEHNEM HUKHEUETIOCTHOM
koctu B ToM ke Hanpaszenun (Ohdachi et al. 1992).

B masbHeiineM Oblia yCTAaHOBJIEHA CBSI3b MEKIY
reorpaduyecKoil U3BMEHUYNBOCTBIO W TPYIIIIAME TarljIo-
TUIIOB U ToKa3aHa Mopdosiorndeckast auddepeniima-
I¥sT 9TUX TPYIIIT 110 YePEIHbIM 1 3yOHBIM PU3HAKAM
(Baryshnikov et al. 2004). 9o uccienoBanue noarsep-
[0, 4TO HanboJiee MeTKHe MeJIBEIN TIPUHA/TIERKAT K
toxknoii rpymime (C). Camirsl BoctouHol rpytibl (B)
XapaKTepU3yIOTCS OTHOCUTETBHO MEJTKUMU MIEYHBIMU
3ybaMu, W 10 HTOMY TIpU3HaKy rpynma B nauGosee
maddepeHpoBana oT ocTayibHbIX. [lo MHEHWIO aBTO-
DOB, TEHETHYECKH HE WCCJIeI0BaHHbIe MeaBenut ¢ HOx-
ubix Kypui (octposa Utypyn u Kysaump) 6imsku K
MestkuM MezBesiM Xokkaiino (U. a. yesoensis Lydekker,
1897), a He K Oosiee KPYITHBIM MeBEAsIM [IPIMOpDst
n Caxamua (U. a. beringianus Middendorff, 1851).
Cpasrenue Oypoix Measeneii ¢ Xokkaiino u Caxaniuna
MTPOJIEMOHCTPUPOBATIO MX YETKYI0 pazMepHyio mubde-
pentmariio. beuio obHapyskeHo TaksKe, 4To reorpadu-
YeCKUe Pas/IMiusi CaMOK MeJlBe/iell Oosiee BhIPasKEHbI
0 CPABHEHUIO € CAMITAMH, YTO MOJKET OBITH OO BSICHEHO
uX BbICOKOH (hrutonarpueit (Mano 1994).

JanHag pabora NPOJOJIKAET KpPaHHOMeTpUYe-
CKHe€ HCCJIeI0OBAHNsI OCTPOBHBIX TOMYJISIINNA OYpPbIX
MezBeielt noaBuaa U. a. yesoensis ¢ NCNOJb30BaHuEM
nornosHuTebHOr0 MaTepuasa ¢ Caxannna u KOxHbIX
Kypui. Ona Bkiiouaet uccieioBanne ux MmopgoJio-
rudeckoit 1uddepeHiuanuy ¢ TpuMeHeHneM MHOTO-
MEPHBIX METOJIOB aHAJIN3a, CPABHUTENbHDIN aHaIn3
M3MEHYMBOCTU SITOHCKUX MeJBe/Iell OTHOCUTEIHHO
noxsunos U. a. beringianus (Ilpumopsne, IlanTtap-
ckue o-Ba, Caxanun), U . a. piscator Pucheran, 1855
(Kamuarka, Ces. Kypuunr), U. a. arctos (eBponeiickas
yacTh Poccun, 3amannas, Cpennsast u Bocrounas Cu-
6upb) u U. a. collarias Geoffroy et Cuvier, 1824 (Ax-
tait, CasHbl, 3abaiikaibe), a TAKIKE KOJMYECTBEHHYIO
orieHKy Mopdosorndeckoro (MophoMeTprUIecKoro)
PasHo0OpasKs UCCIeAOBAHHBIX IO ISILIUIL.

MATEPUAJI 1 METO/Ibl

WccnenoBanbl KOLIEKIUU 300JI0THYECKOTO UH-
crutyra PAH (3UH, Caukr-IlerepGypr, Poccust),
Wncruryra Mmopckoit reosioruu u reopusuku PAH
(MT, IOxxno-Caxanunck, Poccust), 3oosoruuecko-
ro myses MT'Y (3MMY, Mocksa, Poccust), Natural
History Museum (NHM, Jloumon, BenukoGpura-
Hust), Hokkaido Institute of Environmental Sciences
(HIES, Canmopo, dnonus), Field Sciences Center of
Northern Biosphere, Hokkaido University (FSCNB,
Tomakomau, Sdnonms), National Science Museum
(NSM, Tokwuo, Anonmnst).

Bcero usyuenst 52 yeperia B3pOCIIbIX CAMIIOB M€/
Bezeit U. a. yesoensis n 32 yepena U. a. beringianus,
B ToM unciie 19 ax3. uz [Ipumopbs, BKiovas 4 9K3.
¢ HTanrapckux 0-BoB, 13 ak3. ¢ Caxanuna, 46 9K3. ¢
Xoxkaiino u 6 9x3. ¢ I0xupix Kypus (4 — o. Kyna-
mup, 2 — o. Urypyn). ITo mecty cbopa maTepuasia
BbIOOpKa ¢ X0oKKalizo Oblia pasbuTa Ha TPU TPYILIIb,
MIPE/INOJIOKUTETTHHO OTHOCSIIUMCS K TEHETUIECKUM
rpymmam A (12 5x3.), B (6 9x3.) u C (28 9x3.). O6bem
Martepuana o noasuny U. a. piscator coctaBuma — 32,
no U. a. arctos — 75, no U. a. collarias — 27 yepenos
B3POCJIBIX CAMIIOB.

Cxema m3 26 mpomepoB mpuBegena Ha Puc. 2.
Homepa mpoMepoB U UX Ha3BaHUS COOTBETCTBYIOT
onybaukoBanubiM paHee (Bappimaukos 2007,
c. 13). Vamepenusa npousBoAUIN MeXaHUUYECKUM
mranreHupkyaeM dupmbr “Mitutoyo” ¢ TouHo-
ctbio 0.1 mm.

[MoxBuaoBas cucreMaTuka 6yporo MeABes pu-
Bozutcs 1o bapsimaukoy (2007).
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Puc. 2. Cxema mpomepos yepena U. arctos.

Cokpawenus: L1 — obuas aymna; L2 — konpninobasaibias aiuna; L3 — ocroBnas jmna; L4 — pymra Mosrosoro otaena; L5 — aimma
JITEBOTO otena; L6 — sumesas jumna; L7— amna koctHoro néba; L8 — mmina Bepxuero 3yororo psiaa C1 — M2; L9 — auiina Bepxmero
psiaa miednbix 3y6os P4 — M2; W10 — ckysoBas mmpuna;, W11 — mmmpuna Mo3roBoii kopoOkm; W12 — HanMenbiuas mupuHa deperna
(mmpuHa BucoyHOTO cyskerusi); W13 — mexriasnnanas mupnia; W14 — mmpuna B 3aTbIOYHBIX Mbitenkax; W15 — Macrounast mm-
puna; W16 — mmpuma koctHoro néba y saanenéonoit Boipesku; W17 — nanGosrbias mmpuna KoctHoro néba;, W18 — mupuna B KJIbIKax;
W19 — manbosbinmii qruamerp rorasnuiel; H20 — Boicora sarbiika; L21 — mmna HusKHedemocTHoi Koctu; L23 — jumia HUsKHero 3y6Horo
psiaa ¢l — m3; L24 — pyimia HUsKHero psijia mednbix 3y60B p4 — m3; H25 — BbIcoTa HUKHEYEMOCTHON KOCTH B BEHEYHOM oTpocTke; H26 —
BbICOTA HIKHEYETIOCTHON 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; 1.23 — 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 TIPEIIOJIOKEHUN O TOM, YTO UBMEHYUBOCTb HOCUT
UCKJIOUUTENTBHO CJHOYYaWHBIM, CTOXaCTUYECKUM Xa-
pakrep. B posin 0CHOBHOTO 0OGbEKTa aHAJIM3a BBICTY-
nasi ocoOu, a He 3apaHee 3a/laHHbIe reorpaduyeckue
BbIOOPKU.

B Xome MHOrOMEpPHOTO aHaIM3a TPUMEHSJIICH
MOJIXOJIbI, aPOOUPOBAHHbBIE paHee Ha APYTUX Miie-
kormraomux (Adpamos u ITysauenko 2006; Boecko-
pos u Ilysauenko 2001; 3arpebenbHbiii u [TysadeHko
2006; Kynpusinosa u np. 2003; IToranosa u 1p.1997;
[Tyzauenko u mp. 1999; Ilysauenxo 2000, 2001,
2003a, 20036, 2006; ITysauenko u 3arpebesbHBbIiT
2008; Payruan u ap. 2003; Abramov and Puzachenko
2005; Baryshnikov et al. 2003).

OcHOBHBIE Tl PENIEHUS 331291 OTIMCAHUS W3-
MEHUMBOCTH UepeTa BKIoJa u: 1) cTaHzapTU3ammio
MepeMeHHBIX W TIOJTydeHre MaTpuIl] MopdoJormde-
CKUX JIMCTAHIMH MEKIY BCEMH TapamMu ocoOeil Ha
6asze eBKJIMIOBON AUCTAHIMU ¥ PAHIOBOW KOpPpeJsi-
nun Kenpasna; 2) olleHKy MUHUMAaJbHOU pasmMep-
HOCTU JIJISI MOJIEJT HEMETPUYECKOTO MHOTOMEPHOTO
mkamuposanus (Shepard 1962; Kruskal 1964) wu
pacyer JIMHEHHO HECKOPPEJIMPOBAHHBIX II€PEMEH-
HBIX, COJEPIKANNX OCHOBHYIO MH(MOPMAIUIO 06 13-
MEHYUBOCTH OCeil MHOTOMEPHOTO MIKAJIUPOBAHUS
(OMIII"); 3) 6MOIOTUYECKY IO MHTEPIIPETALIAI0 HOBBIX
MEPEMEHHBIX C MCTIOJIb30BAHNEM KOPPEISIIUOHHOTO
aHasmsa (patrosas koppeasanus Criimpmena, r,) ¢ uc-
XOIHBIMU TIpoMepaMu; 4) Kiaaccuduramnuio ocobeil ¢
UCII0JTb30BAHUEM [T€PEMEHHBIX, TIOTYUYEeHHbIX HA ATa-
e 2 MeTo/laMu MePapXuiyecKoil 1 HermepapXuieckoi
krnaccudpukanuii (Yusamuamc u Jlanc 1986; AiiBassta
u ap. 1989; Sattath and Tversky 1977); 5) ananus us-
MEHYUBOCTH OTAETBHBIX TPOMEPOB.

B pa6ore npuMeHsINCh W TPAJAUIIMOHHBIE Hema-
paMeTpuYecKue METO/IbI OJ[HOMEPHOT0 aHAJIN3A: TECT
Kpackesnna-Yosnca 1 0lHOMEPHBIIA UCTIEPCUOHHBII
aHaJH3.

NcxoaapiMu TaHHBIMU JIJIST UBMEPEHWH Pa3Hoo-
6pasus 6t OMIIL. Bo-1iepBbix, Mbl HCIIOJIb30BAJIH
UX KaK MPU3HAKU JIJIST AUXOTOMHUYECKON KJaccudu-
Kaluu BBIOOPOK. JIUXoTOMIYecKast KaacCupuKarust
(ITysauenko 1O. u np. 2004) nocyenoBaTeNbHO AETUT
BBIOOPKY Ha KJIACCHI TI0 OCHOBaHUO jBa. Kimaccudu-
KaIus MpoIoJIKAeTCs 10 TeX T0P, MOKa IEeHTPHI Ts-

JKECTH TTOJIMHOKECTB TI0 CPABHUBAEMBIM TIPU3HAKAM
CTAHOBSITCS TOXK/IECTBEHHBIMHU /IO JIECATOTO 3HAKa
WJTH TIOCJIeTyTONINe UTePAIy He N3MEHSIOT COCTaBa
BBIJIETEHHBIX MHOKECTB. UHNCII0 KJIacCOB JJIsT KaxK/10-
ro yposHs (L) mpu gocraTouHoM o6beMe BHIOOPKH
U MaKCHMAJTbHO BO3MOXKHOM pasnoobpasun K = 2,
[t Kaxmoro ypoBHS KiacCu(pUKAIUN PACCUYNTHIBA-
JI Mepy WHHOPMAIIMOHHOTO PasHo0Opas3ust — CTaTH-
crtuyeckyio auTponuio Illennona-Yusepa (H) u ee
saBucumocth ot L (H = dL). Ecau paccmarpuBaemast
cucremMa cranuonapha, d (uHMOpMaIMOHHAs pas-
MepHOCcTh; 0<d<1) mo/kHa OBITH OZUHAKOBA sl
Bcex yposHeil kiaccudukaiuu. ITocroguerso d
MIPEIIIOJIATAeT COXPAHEHUE TIPABUII, OTIPEIEITIONIIX
(bopMupoBaHme KJIacTEPOB Ha PA3HBIX YPOBHSIX
kaaccudukamyu. Yem Oske 3HaueHue uHbOpMa-
IIMOHHOI PA3MEPHOCTH K 1, TeM TIoJTHee peaansyercst
TEOPETUIECKH BO3MOKHOE PasHooOpasue.

B ycroBusix paBHOBecusi®> pacipesesieHre ocobeit
[0 KJIacTepaM JIMXOTOMHUYECKOW KJacCHpUKAIIY,
KaK IIPAaBUJIO, OIIMICBIBAETCS] OMTHUM U3 KAHOHITYECKIX
panrosbix pacnpenenenuii (Jlesuu 2007; Ilyzauen-
ko [O. 2006, 2007). B paccmatpuBaeMOM HamMu CJIy-
yae 910 Gy/IeT KOHCTAaTalluel OTCYTCTBUST aKTUBHBIX
ABOJIIOIMOHHBIX TTIPOIECCOB BHYTPUBHUI0BOH i de-
pennmanuu. B kauectse Mojesieit 65T TECTHPOBAHBI
paHroBbie pactpeseaerst: Tu66ca (9KCIOHEHITHATB-
Hoe) —  p, = eleA)

u [luna (runepbommaeckoe) — p. = gl

rJ1e p, — BbIOOPOUHAs BEPOATHOCTD KJIACTEPA C PAHTOM
i(i=1,2K . =2, a A — napamerpsl. Knacrepsr
VIIOPSIIOUUBAIOTCS TI0 YUCITy 0Opa3yIoNX UX 0CO-
Geit, TaKk YTO TIEPBLIA PAHT TPUCBAUBACTCS CAMOMY
MHOTrOuMcIeHHOMy uX HuX. CojepskareabHas GHO-
JIOTMYeCKas MHTEPIIPeTAIIs aHAIN3a PAHTOBBIX Pac-
npeseneHnii 8 Mopdomerpun He paspaborana. Cam
nosixo/1 xoporio uzBecten (Jlesuu 2007) u mupokro
UCTIOJIb3YETCS B 9KOJOTUYECKUX HUCCJIETOBAHUIX
CTPYKTYpHI coobiecTs. PazpaboTka 9TOro Hampas-
JieHrst B MOPGOMETPUU TTIO3BOJIUT TIOJTYYUTh TEXHU-
YeCKU MPOCTON MHCTPYMEHT JIJIsI OIIEHKH TEKYIIEro
COCTOSIHUS Pa3HOOOPasusi 0ObeKTa U MPOrHO3a €ro
BO3MOXKHON TITHAMUKH.

[TopGop pacmpesiesieHnii  OCYIIECTBISAECTCS O
BeunHe KOI(phUIIMEHTa 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! H3MEHUHBOCTH.



124

CUOHHON MOJEIM U IO BEJIUYUHE OTHOCUTEIbHON
srrponun Kysnpbaka-Jleiibiaepa (Kullbak and Leibler
1951) (DKJI):

k D
J =3 (p)log, (?’)
=1 [

rae P, — oneHka BepOATHOCTH PaHra i JJis MOJIEJb-
HOTO PAHTOBOTO pacrpe/iesieHrs. BeanunHa oTHOCH-
TEJIbHOW SHTPOIUU SIBJISIETCSI MEPOH PACXOKAEHUS
MOJIEJIBHOTO U HaOJTI0/IaeMOTO PAHTOBBIX PaCIIpeieie-
HUIA, OTpaskast, TakuM 06pa3oM, CTEMeHb OTKIOHEHUS
OT PAaBHOBECHOTO (CTAIIOHAPHOTO) COCTOSTHUSI.
Bropoii cioco6 uaMepenust pazHooOpasust TakKe
CBSI3aH C WCIOJIb30BaHUEM WHGOPMAIMOHHBIX I10-
kazaresieii Ha ocuoBe OMIIIL. ITockonbky OMIII
JIMHEHO HEe3aBUCUMBI, 00111as BEJMYNHA UX PA3HOO-
Opasus paBHa
H=- pl.log2 D;

k]

M

k
Jj=1i=1
npy umcse rpaganmii k& = log,(N)+1 (N-o6bem BbI-
6opkm); d — pasMepHOCTb MOJEIN MHOTOMEPHOTO
mkaaposatust (uucyio oceir MII), p,= n/N, Zp,_,.
Jlnst cpaBHEHMsT Pa3HOOOPasust BBIGOPOK PasHOTO
obbeMa MCIo/Ib30Ba/ICs HOpMUPOBaHHbIil Ha log, (k)
Ge3pasMepHBIl [I0KazaTe/b — BbIpaBHEHHOCTh (E =
H/dlog,k)), ne saBucsmuii ot ync/a rpajanmii psija,
U 0OpaTHBIl K HEMY MOKa3aTelb — MEPY OPraHu30-
BaHHOCTH pasHooOpasus (O = 1-F). YeMm Bbilie 3Ha-
yenue O, TeM CUJIbHEE BBIPAKEHO B3aMMHOE OTPaHU-
YeHNe M3MEHYNBOCTU IIPOMEPOB, CHJIbHEe BIIUSHIE
axkTopoB, orpaHmumBaIUX MopdoIornYecKoe
pasnoobpaswe u T.01. JIJist SHTPOITUK U MEPHI OPTaHu-
30BAaHHOCTH OIEHMBAJIACH CTATHCTHYECKAs OMMOKa
(JIebenesa u Kpusoayukuii 2003).

Camo pacnpenenenne 3nadennii OMII moxer
cozepskaTh MHGOPMAIUIO O “9BOJIIOIIMOHHOM CO-
crostHun”  OOBEKTOB WCCHAeNOBaHMsA. B  KadecTBe
UIETLHBIX MOJIETIEN OBLITN MCIIOIb30BAHBI HOPMAJIb-
HOe U paBHOMepHOe pactpenesnenus. Hopmaibhnoe
pacripeziejieHne TPUHATO B KadyecTBe “UjeaJbHON
MOJIEJIA 9BOJIIOIMOHHO CTaOMIBHOTO (PaBHOBECHO-
ro) coctosiHus TpusHaka”. Mojiesb paBHOMEPHOTO
pacrpesieJIeHlsi COOTBETCTBYET 9KCTPEMAaJIbHOW CH-
Tyaluy OTCYTCTBUSI OTPAHUYEHN HA pa3HOOOpasue,
B KOTOPOH TIPU3HAKU MOTYT TIPUHUMATH JIIOOBIE 3HA-
yerust. OIeHKa PACXOKACHUST MEKTY HaBII0aeMbIM
U MOJICTTBHBIMU  PaCpeIeJIEHUsT  OCYIIECTBIISLIAChH
10 Cpe/Hell BeJUYMHE OTHOCUTEJNLHOUM HHTPOIUU
Kysbbaka-Jleitbaepa aist Bcex OMIILL

I.®. Bapoimankos u A TO. Ilysauenko

PE3VJIBTATBI

Muoromepnslii ananus. Ha yposae oObequnén-
HOU BBIOOPKY TIOABUIOB beringianus v yesoensis m3-
MEHYUBOCTH Pa3MeEpPOB Uepena YAOBJIECTBOPUTETHHO
onucbiBaercd mectbio OMI, nameHynBOCTH MPO-
nopuuii — mareio OMII (Ta6a. 1). OxunHaguaTh
OMIII BoctrponsBoasT OT 75 10 93% M3MEHUNBOCTH
Kak/[0r0 U3 TIPOMepoB yepena. MIaMeHunBocTh 6OJIb-
MIUHCTBA TIPOMEPOB, BKJIIOYAsT TPOMEPHI OOIINX pas-
MepoB ueperna, BocrpousBosarcs OMII E1. OMIII
E2 cBsizana ¢ qimnoit HuskHero (p4-m3) U BepxXHETo
(P4-M2) 3y6nbix psagos (124, 19), MesKIrmasHUIHOM
mmpunoit (W13). VameHunBOCTh 3TUX TPOMEPOB
MMeeT KOMILJIEKCHBIM XapakTep U BKJIOYAET J[BE WU
6osee (L2) nuHEHHO He3aBUCHMbIE KOMIIOHEHTDI
(Puc. 3). Haumenbmmas mmpuna yeperna (W12) tak-
JK€ OTHOCHUTCS K TpyIIlie KOMIUIEKCHBIX IPU3HAKOB,
4yTO BBIpakeHO B ee koppessnun ¢ OMIII E1 n E3.
OMIII E4 otpaxaer GOBINTYIO YaCTh N3MEHINBOCTI
mmpuabl raasauisl (W19), OMIIL 5 — mmpumsl B
3aThLIIOUHBIX MbIenkax (W14), OMIII 6 — mwmpunst
M03T0BOI Kopobku (W11).

OMIII K1-K5 onuchiBatoT —aimIoMeTpUIecKne
(cBs3aHHbBIE C Pa3MepaMi) KOMIIOHEHTb! U3MEHYUBO-
cTH “ponopIuit” OT/IEIbHBIX TPOMEPOB. AJIIIOMETPUS
He BbIpakeHa y JUIMHBI Mo3roBoro otzena (L4), mm-
puHbl BucouHoro cyxeHuss (W12), MeXXraa3sHnIHON
wupusbl (W13) u mupunbl koctHoro Héba (W16).
Vx oTHOCHTEIbHAS N3MEHYNBOCTD, B OCHOBHOM OTpa-
JKeHHasT B MHJIEKCaX OT JIEJIEHHsI IPOMEPOB Ha OOIILYIO
JUTHHY Yepera, Takske Bocrpoussoautcss OMIIT K1-K5
(Tabu. 2). OT™MeTHM, YTO B MBMEHYUBOCTH IPOIOPIHIA
psiZla TPOMEPOB OIHOBPEMEHHO TIPUCYTCTBYIOT KOM-
TTOHEHTHI AJIJIOMETPUYECKON M HealJIOMEeTPUYecKON
msmenunBoctu (L5, L6, W10 u 1p.)

B Tabu1. 3 npezcTaB/ieHbl pe3yibraThl TECTOB, OT-
pazkalonux BKJaJ “reorpadgudeckoro daxkropa’ Jjis
MOABUIIOB yesoensis u beringianus (rpamaiun dak-
topa: “IIpumopne, IllanTtapckme o-Ba”, “Caxamun’,
“Xoxkaiino”, “lO. Kypursr”) B 3nauenus OMIII. B
IIeJIOM OH OTHOCUTEIBHO HEBEJIUK, YTO YKA3bIBAET Ha
abCoITIOTHOE PeobIaIan e HANBUIY ATHHON H3MEH-
yuBocTu. TeM He MeHee, BEPOSATHO, YTO BAPbUPOBaHUE
OMIII E1, E2, E4, K1 b K3 wactuuno o0ycioBieHo
MMeHHO reorpadudeckoii usMeHInBOCTHIO. CiieioBa-
TeJIbHO, (hopMaJIbHAS TIPOBEPsieMasi CTaTUCTUIECKAs
TUIIOTE3a O YUCTO CJy4yallHOM XapaKTepe KpaHuoMe-
TPUUYECKON M3MEHYMBOCTU B PACCMAaTPUBAEMON BbI-
6opKe MejIBe/ieil 10JIKHA ObITh OTBEPTHYTA.
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B coorBercTBUN C 3TUM HepapxXUyecKas KIacCu-
(ukaius 0cobell MeTOZOM HEB3BEIIEHHOTO TPYII-
nosoro cpennero (UPGMA) ¢ wucnosb3oBanuem
eBksoBoli Merpukn u OMIIIl B kauecTBe mepe-
MEHHBIX XapaKTepPU30Balach OUY€Hb HU3KUM KO-
¢unmentom kodenernueckoit koppessiiuu  (0.6).
Cpen UCIIOIB30BAHHBIX B PaboTe METOIOB KJIACCH-
duxanuu (Tabs. 4) Hauayulnde pesyJIsTaThl Jajia
ajuTuBHasg kiaaccuduranus (Sattath and Tversky
1977) ma ocHOBe MaTpUIbl EBKJIUOBBIX [MCTAH-
Ui, AHaJIOTUYHAS JIEHPOrpaMMa, MOCTPOEeHHAd Ha
OCHOBe cpeiHeBbIOopouHbIX 3HaueHnit OMIII, ueTko
oTpakaeT OCHOBHOE cojiep:kaHue Teorpaduueckoit
usmenunsoctu (Puc. 4). Boibopku us Ilpumopbs,
[MTantapckux 0-BoB u Caxainna IIPOTUBOIIOCTABIIL-
forest BeiGopkam ¢ Xokkaiizo u 0. Kypun B cooTBert-
CTBUU C pasjieJieHreM X Ha JiBa [OJBU/IA.

Pesynbprar mpuMeHeHUs TOU JKe CXEMBbI aHAJIN3a
K BbIOOpKe MeaBeeit U. a. yesoensis CBOAUTCS K clie-
nytoieMmy. PasmepHas M3MEHYMBOCTb BOCITPOM3BO-
nurces Tpemss OMIIL, mporopiiny yepena — 4eThIPbMsT
OMIII. TTosHoTa BOCIIpOM3BENEHUSI UBMEHUUBOCTH
mpomepoB ocssmu MII Bapeupyet ot 47 (L24) no 91
(L7) nporierTos. Ocs MIIT E1 BHOBB BOCTIPOM3BOIUT
OCHOBHOI1 MTATTEPH M3MEHUYUBOCTH PA3MEPOB Ueperia.
OMIII E2 omnuceiBaeT 3HAYMTETBHYIO YacTh W3-
MEHYUBOCTH MUPUHBI KocTHOTO HEOA (W 16), yacTsb
M3MEHYNBOCTHU JINHBI JintieBoro oraena (L3), cky-
sioBoit mupunbl (W10) 1 MeXTIAa3HUYHONU TTUPUHBI
(W13). OMIII E3 cBsizana ¢ HauMeHblIIIei HTUPUHOIM
yepernra (W12), mmpuHoil KoctHoro Héba y sajme-
HEOHOI BBIpesku (W 16), HauGOMBIINUM THAMETPOM
riazuui; (W19), BbICOTON HIKHEUETIOCTHOU KOCTH
B Bereurom otpoctke (W25). [Ipomepsr W10, W12,
W13, W16, W19, H25 xapaxrepusyiorcs crerndu-
YECKMMU HE 3aBUCUMBIME OT OOIIUX Pa3MEPOB KOM-
MMOHEHTAaMU U3MEHYUBOCTH.

Bxknan “reorpacduueckoro dakropa” u acconumu-
PYEMBIX C HUM T€HETHUECKUX PA3JINIUi B TIOMYJISITUN
mensenern Xokkaigo B sHavennsgs OMII wesennk
(Taba. 5). donss oObACHEHHON AUCIIEPCUU 110 OT-
nesababiM OMII He tipessiaer 20%. [Ipu aToM pas-
MEepHBIN TATTePH U3MEHYNBOCTH, BOCITIPOU3BOANMBIN
OMIII E1, aBnsercs oOmmM 1715 Beex MeBeei pac-
CMaTpUBaeMOi BIOOPKM. MaKCUMa/IbHbIe 3HAUEHMSI
nosrydennr st OMIL, onuchIBaoNMX TPOTOPITUN
yeperna (K2 u K4). OMIII K2 coxepxut nngopma-
U0 00 AILTOMETPUYECKOI UBMEHYMBOCTH TPOMEPOB
mupunel yepera (W10, W11, W13, W18), BbicoTst
ket yemioctu (H25, H26) u pspa apyrux. OMII

L24
110
| 7755 L7777
100 IIIII Wl
2rrr e tsrg i tl?)

90
80

Puc. 3. IIpumepst mpoMepos deperia, 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 ¢ 1jauHoll BEPXHEro psijia MEeYHbIX
3y60B (L9) u HanGosbllell MUPUHON KOCTHOTO HEGa
(W17). Kpome aroro, nepsasg u3 asyx OMIII omu-
CBIBAET HEAJIOMETPUUYECKYIO M3MEHUYMBOCTH OTHO-
curenbHbix pazmepos L9, W10, W18, .24, H26 (BbI-
coTa HUKHEUEeTIOCTHOM KocTu mo3azn m1), a OMIII
K4 — L9, W17, W19. B 11e10M 13MeHYNBOCTb HOCUT
HEIpPEPbIBHbBIN XapaKTep, OTHOCUTeIbHAs TuddepeH-
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Puc. 4. UPGMA nenporpamma, IIoCTpoeHHast Ha OCHOBE cpeaneBbIOopounbix sHauennit OMII u mosoxkenue nenTpouos Bbi6opok U. a.
beringianus (1) n U. a. yesoensis (2) B IPOCTPAHCTBE MEPBBIX JABYX JUCKPUMUHAHTHLIX 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-
asiisiercst B1osib OMIIT K2, a wactuunoe pasjesenve
octanbHbIx — 1o OMIII K4. Ha Puc. 5 mpeacraBiena
AJINTUBHAS JICH/IPOTPAMMA, TOCTPOECHHAS HA OCHOBE
cpenneBbiOopounbix 3Hauennii OMIIL, u B3auMmo-
HoJIoKeHne “IIeHTPOU10B” BBIOOPOK B TPEXMEPHOM
pocTpaHcTBe. byrerpen noauep:kka ykasblBaeT Ha
cymectBennyio auddepenimanuio rpynn A u C or
BOoCcTOYHON Tpytbl B. Menseau o. Utypyn conmxa-
I0TCSL ¢ MeJIBEIIMU TPyl B, HO IeMOHCTPUPYIOT
HEKOTOPY0 000CO0IEHHOCTb.

OnnomepHblii anamu3. B 1anHoM pasjiesie mpej-
CTaBJICHBI PE3yJbTaThl aHAIN3a W3MEHUYUBOCTH OT-
JIETTbHBIX TIPOMEPOB M UX POJIM B MOP(OJIOTUIECKON
nuddepennrauy MeBeel.

[ToABU/BI PA3IMYAIOTCS TPEKAE BCETO OOITMME
pasMepaMiu deperia: yesoensis IPakTUUYeCKU Mo BCeM
npoMepam Mesbue beringianus. MaxkcuMaibHbBII
YPOBEHb Pas/IMUMii BBISBJEH 110 KOHAUIO0A3IbHOI
mude (L2), waubGosibliiell MUPUHE KOCTHOTO HEGA
(W17), nnune mauaubyias (L21), ainHe HUKHETO
3y6HOTO Psifia U psiAy ApYrux mamepennii. He obHa-
PYsKEHO CTAaTUCTUYECKU 3HAYUMBbIX Pa3JInYMi TOJIbKO
1o HanMmenblei mpuHe yepera (W12) u quamerpy
rasauiel (W19).  OTHocutesbHBIE  TTPONOPITUN
yeperna y 060UX TOIBUIOB CXOKU, UCKIIIOUYAs], COOT-

BercTBeHHO, ipoMepel W12 u W19. Kpowme atoro, y
yesoensis juiaa Mo3rosoro otzena (L4) ornocurens-
HBIM GOJIbIIE, ueM Y beringianus.

B Tabus. 6 mpuBeeHbl PE3yJbTAThl CPABHEHIS
MezBesiel XOKKalo ¢ CaXaJnHCKOW TMOMYJISINen.
Haub6oJiee ycToiunBO yesoensis OTINYAETCS OT Me/l-
Beseit Caxammna o mmHe yepena (L1, L2, L3), nmm-
He KocTHoro Hé6a (L7) u paune 3y6HbIx psagos (L8,
L9, 123, L24); ve BbIsABIIEHO 3HAUUMBIX PA3JIMUUIA TIO
npomepam W12 u W13. Ha done cytecTBennoii us-
MEHYUBOCTH JIJIMHBI POCTPAJIBLHOTO OT/IEsIa Me/IBE/IN
XOKKai/10 XapaKTepU3yITCs OTHOCUTEJBHO MINPO-
KUM U YJJIMHEHHBIM MO3TOBBIM OT/IEJIOM.

BayTtpu moasuga yesoensis Haubosee mudde-
PEHIIMPOBaHbl Me/IBeM 10ro-3anajnoi rpymmst C, n
obuTaomnue Ha 10KHBIX Kypuiax, 4to cOOTBETCTBYET
UX HOJIOKeHIo Ha aeraporpamme (Puc. 5; Tabu. 7).
Haubosee yeTkre pasiuuus MPOSBIAAIOTCS MO BbI-
core HIKHeH yemoctn (H25, H26, H27), satem 1o
BbicoTe 3arbuika (H20), ckynoBoii mupure (W10)
u mmpuHe Mo3roBoil kopoOku (W11). TTo stumM, a
TaKKe 110 BCEM CTaTUYECKU 3HAYMMBIM I[IPOMEpaM,
KpOMe IUPUHBI MO3TOBON KOpoOKu, Measenu ¢ Ky-
pUJI B Cpe[lHEeM KpyIIHee, YeM TaKoBble ¢ XOKKaio.
ITockoabKy 110 00LIel AInHe Yepela I0KHOKY PUJIb-
CKMe MelBEeJI He JIEeMOHCTPUPYIOT CTaTHCTUYECKU
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Ta6auna 1. Koaddurments: koppessinu Criupmena mesxay ocsimu MIIT (E1 — E6, K1 — K5) u npomepamut uepena jist 00beIMHEHHO

BuIGOPKY 1101BU0B 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.

(Mel;lfl?rh;ffen o EOE2 E3 E4 E5 E6 K1 K2 K3 K4 K5 7
L1 0.95 -009 005 0.09 0.0 0.13 0.43 0.39 0.02 030  -0.05 093
L2 0.92 -016 012 0.05 0.06 0.05 0.52 0.43 0.12 0.18  -0.04 093
L3 0.92 -0.14  0.10 0.06 0.05 0.05 0.50 0.42 0.09 020  -0.04 092
L4 0.82 003 002  -010  -0.02 0.15 0.22 0.39 0.06 033  -009 075
L5 0.82 -022 002 0.36 0.07 0.12 0.57 023 -0.24 023  -006 0.89
L6 0.85 -0.19  0.06 0.32 0.07 0.10 0.53 028  -0.20 024  -008 091
L7 0.88 -021  0.18 0.20 0.09 0.01 0.58 044 -0.07 0.16  -0.05 093
L8 0.88 -026  -0.06 0.10  -0.10 0.05 0.49 0.24 0.08 018 0.1 090
L9 060 -044 -040  -022  -0.30 0.10 036 -0.17 0.44 027 019 094
w10 078 039  -0.02  -022  -0.12 008  -0.15 0.52 0.14 0.25 00 092
Wit 0.65 048 -003  -0.01 014  -041 0.09 0.46 005  -022 006 0.79
W12 041 033  -0.53 032  -002  -033  -0.14 002  -031  -023 026 087
w13 073 042  -0.14 003  -0.10 003  -0.17 037  -0.12 025 003 089
W14 0.59 -023 -008  -0.15 0.53 0.04 0.43 0.26 020  -0.15  -039 085
w15 074 026 001  -0.10 0.0 027  -0.05 0.44 0.08 035  -019 078
w16 047 032 -030  -021 0.28 009  -0.13 0.10 012 009  -035 0.80
W17 072 -002 -024  -034  -0.08 0.06 0.14 0.19 0.49 0.0  -0.01 088
w18 0.84 027 011  -005  -004  -0.03 0.04 0.59 0.07 017 008 0.86
w19 043 032 -0.33 0.54  -0.08 036  -0.05 005  -0.41 028 001 089
H20 079 041 009  -041  -0.08 0.32 0.14 0.46 0.18 045  -0.08 085
L21 0.94 -0.11 0.1 005  -0.07 0.02 043 0.42 0.07 027 003 093
L23 0.90 -029 005 011  -004  -0.01 0.58 0.32 0.05 019 007 093
L24 0.60 -049 -024  -007  -019  -0.07 050  -0.15 0.25 006  0.10 081
H25 0.76 047 028  -008  -0.31 0.02 0.07 0.55 0.10 029 020 078
H26 079 024 022 003 020  -0.09 0.11 0.57 0.01 0.12 026 0.87
H27 0.83 001 023 015 020  -0.13 0.31 0.53 0.01 011 026 086

Ipumeuanue: Kupuvim mpudrom BhieaeHb 3Hadenns 7, > 0.5, noadepkiy ol snadenus 0.4 <7, < 0.5; 7 — koo duuuent gerepMuHanum

B MOJIEJIN 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 ¢ XOKKaiizIo 110 1mpo-
MOPHUSIM HIZKHeH udesoctu (6osiee MacCUBHO) U
yeperia (OTHOCUTETBHO BBICOKUI 3aThLJIOK U IMPOKO
paccTaBJieHHBIE CKYJIOBBIE JIYTH ).

IOxnokypunbckue Mensenu  MOPQOJOTHUECKN
HanbGoJsiee OJIMBKU K reHerndueckoil rpymme B. TIpak-
THYECKH MOYKHO OOCYKAATh Pas/IMune MEKIY HIMI
TOJIBKO 10 JiTiHe 3yOHOTrO psita P4-M2, KoTopbiil y
I0KHOKYPHUJIbCKIE MeJIBEIEN IOCTUTAET MAKCUMAJIbHO-
TO 3HAYEHUS 10 CPAaBHEHUIO C MeABEISIMU XOKKaiI0.
Orrcannbie Bblllie OTHOIIEHUs TpUBe/ieHbl Ha Puc. 6.

Ha cratuctruecku 3aaaumoM ypoBHe nuddepeniina-
g mexxry rpynmamvu C u B (Puc. 6 u 7) BoisiBiena
10 KOHAMI06A3aIbHON 1 OCHOBHOM jiuiHe yeperna (L2,
L3), mwmpune mosropoii xkopoOxu (W11), mmpune
yepernia B 3aTbLIOUHBIX MbImenkax (W14) u Bwico-
Te TepeiHell YacTu HuKHeuemiocTHoU koctu (H27).
Ipynma A, pactipoctpanennas mesk ity rpymnmamu C u B,
otsimyaercs ot C 1o Mexxriaazananoit mmpune (W13),
macrouaaoi mpure (W 15) 1 BbIcoTe HUKHE Yestio-
cru (H25), a or B — o mpomepam W11 u W14.
KauecrBennas xapaKTepucTuKa M3MEHUYUBOCTU
OT/ICIBHBIX TIPOMEPOB Y MCCJEIOBAHHBIX TOABUIOB
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Ta6auna 2. Koaddunuments: koppessiiinu Crimpmena mesky OMIIL (K1 — K5), onucpiBaronmmu “iiporioprun yepena” u nnpexcamu (L1)
1uis1 06beIHERHOIT 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: Kupubiv mpudrom BhieaeHb 3HaYennd 7, > 0.5, noayepkiy ol snadenus 0.4 <7 < 0.5; 7 — koadduuuent gerepMunanum

B MO/JIEJIN JIMHEHON perpeccui.

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 1103BOJISIET CIPYIIIUPOBATH IIPOMEPDI, C OZHOM
CTOPOHBI, 10 cTereHn ux “yuactus’ B Mopdosoru-
yeckoil nuddepennmanum, a ¢ Apyroi, — 1Mo oco-
GEHHOCTAM M3MEHYMBOCTHU, BBISIBJICHHONW B PaMKax
MHOTOMEPHOTO aHATHI3A.

B nepsyio rpynmy Bxozasar npomepst (L1, L3, L4,
LS, L21, L23, W18), ne umeroiue 3HaYeHUS IS
Mopdosorudeckoii quddepennmranuu 1 BOCIPOU3-
BOJIMMbIE B OCHOBHOM (MJIM UCKJIIOYUTETHHO) OJIHOM
KOMITOHEHTOH N3MEHYUBOCTH.

Bropag rpynma oTamvaeTcd oT MepBO TeM, 4TO
M3MEHYMBOCTb BXOJAAIINX B HEE IMPOMEPOB YACTO

BKJIOUaeT Gosee yeM oaHy KommoHeHTy. Haubosee
SPKUM TIPUMEPOM 9TOI TPYIIIBI SBJISETCS IIUPHHA
riazuuibl (W19). Takske k 9T0It TpyTITie MOKHO OT-
Hectu mpomepsr LS, L6, L7, L9, L.24.

B rtperwio rpynmy Bxozsar mnpomepst (L2, W13,
W14, W16, W17, H20, H25, H26, H27), B KOTOpbBIX
BbIABJIgETCST MOpdosiornueckast nuddepeniuanms,
A UBMEHYUBOCTb B OCHOBHOM CKOPPEJIMPOBAHA C U3-
MEHUMBOCTHIO OOIUX Pa3MEPOB ueperia, OlnuchiBae-
MbIX TIepBoii ocbio MIII.

[Tpomepst (W10, W11, W12, W15), 1o KoTOpbiM
Habsogaercsa auddepeHnmuaus U UMeIoNe OJHy
uyim GoJjiee KOMIIOHEHT U3MEHUYUBOCTH, 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 quctiepcionHoro ananusa (F-xputepuil, p —3Ha4MMOCTb, % — 10JIst 0ObSICHEHHON AUCIIEPCULL).

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 Kpackesa-Yosunica
(Kraskel-Wallis criterion)

JlucriepcroHHbIi aHan3

Ocs MH‘[ “reorpacuuecknit pakrop”* (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 11 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 2.4 0.08 8

* TIpuHAIEKHOCTh MHANBUAYYMOB K Teorpaduueckum BoiGopkam “ITpumopbe n [lantapckue o-ga”, “Caxanun”, “Xoxkaiino”, “TO. Ky-

puibr”.

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

Ta6auna 4. CpaBHeHue pe3y IbratoB Kiaccudukanuii ¢ paséuernem (anpuopu) BeiGopku 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-cpenux 14.1 0.0002
(k-means) 2 23.6 76.4
1 66.7 33.3
I\;IeToa pl)aSMFITbl?; MHOKEeCTB 25.2 <0.00001
(fuzzy classification) 9 13.3 86.7
. 1 66.7 33.3
Jluxorommdeckast Kiraccuburanms 13 0.0002
dichotomy) 7 .
( y 2 246 75.4
AntuBHas KiaccupuKaius 1 781 219 351 <0.00001

(additive tree)

oT 00mUX pa3MepoB yepera, o6pas3yioT YeTBepTyIo
TPYTIILY.

Ha ocHoBe TI0JTy4eHHBIX IAHHBIX MBI TIOTTBITAJINCH
PEKOHCTPYUPOBATh OCHOBHBIE “TTATTEPHBI N3MEHYN-
BocTi uepena 6yporo measens (Puc. 8). Kak caexyer
U3 PUCYHKA, “TaTTepHbl’ 3 U 4, COOTBETCTBYIOIINE
TpeTbell 1 4YeTBepTOl rpyIirnaM IpoMepoB, OXBaThIBa-

0T 11epebPATHHYIO YacTh 1 ocHOBaHue yeperna. [Tpn
3TOM YETBEPTHIN “TIaTTepH” CBA3aH C HE 3aBUCUMON
oT 06IMUX pasMepoB dYeperna W3MEHYMBOCTHIO IIH-
PUHBI 11epeGPaTbHOTO OT/ENa, BKIIOYAS CKYJIOBBIE
OTpPOCTKU. VI3MeHYMBOCTDb TI€PeHENl YacTU MO3TO-
BOTO OT/lesla M OcHOBaHMS uyeperna (“marrepusr” 1 u
3) GoJiee orpesiesieHHO CKOPPEJUPOBaHa ¢ OOIIUME
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Ta6auna 5. Onenka Bkiaza “reorpaduueckoro dakropa” B snaveruss 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)

JlucniepcoOHHBIN 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.

KO. Kypunbi
(S. Kurils)
B
65 — A
100 59
C
2
! c
A
5ol B /_'_/_A.
c0 L °
a KO. Kypwunbl
(S. Kurils)

aa

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 nauGosiee SBHOM B OH MPOSIBJSAETCH B M3MEH-
YUBOCTU JJIMHBI MEKYENIOCTHOW KOCTH W 3yOHBIX
PSAIIOB, HO TaKyKe €T0 BJUSHUE OXBATBIBAET MO3TOBOM
otnen uepena (“narrepubl” 1 1 4) 1 4eIOCTHYIO KOCTh
(“marrepn” 2).

Buyrpunoasuosas auddepeHiipaiius MejiBeiei
Xoxkaiino u IOxubix Kypun o6yciosiena npenmy-
MIECTBEHHO U3MEHUYMBOCTBIO ITPOMEPOB TpeThelt (L2,
W13, W14, W17, H20, H25, H26, H27) u yeTBepTOii
(W10, W11, W15) rpymir.

Mopdoaornueckoe pazuoodpasue. Poctpasioo-
6pasust (H) ¢ yBeJMueHreM yPOBHST IMXOTOMUYECKON

Puc. 5. AjyiituBHas JieHporpaMmMa U T0JI0JKeHHe [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 IpyupoBkamu Xokkaiino (A, B, C) mo 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 AbcomoTHblie AbcommoTHble 3Ha- AbcommoTHble 3Haye-
pomep R Nupexcor Germs Nnpexcor — Munexcot
(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 39 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 0.02 024  0.62 8.4 0.004 011 074 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 37 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 23 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 0.81 0.36 11.9 0.0006 0.53 0.47
L21 8.5 0.004 0.81 0.37 29 0.09 1.5 0.23 131 0.0002 0.15 0.69
123 9.9 0.002 0.14 0.71 6.3 0.01 2.6 0.11 16.1 0.0001 0.49 0.48
1.24 10.3 0.001 004 0.84 8.4 0.004 0141 074 129 0.0003 015  0.69
H25 0.85 0.35 0.44 051 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 0.91
H27 1.8 0.17 0.1 0.75 0.62 0.43 0.0 1.0 6.8 0.009 018  0.67

Hpumeuauue: BI)IHeJIeIH)I CTAaTUCTUYECKN 3HAYMMDbIE 3HAYEHUA KPUTEPHA.

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

kaaccudukayu BoI6opku U. a. yesoensis onucbiBa-
ercst ypasuenuem H = 0.906(+0.0079)L (#*= 0.99).
Ananornunoe ypasuenue s U. a. beringianus — H =
0.945(+0.01)L (#* = 0.99). Ilo cpaBHeHuIo ¢ MemaBe-
nsamu CaxavHa MOJBUJL Yes0ensis XapaKkTepusyeTcst
HU3KOU BeJIMYNHON MHMOOPMAIIMOHHOUN Pa3MePHOCTH
H, CJIeI0BATEIbHO, pasHoobpasueM yeperna. Bausnue
Ha pasHooOpasue BEIOOPKU YeS0ensis SK3eMILISIPOB ¢
[OsxHBIX Ky pryt MOKHO O11€HUTH KOCBEHHO, ICKTIOUHB
nocienare us anaausa. [Ipu atom nadopmalmontas
pasmepuocTh cHuzkaercs 10 0.884. CremoBaTesbHo,

M3MEHYNBOCTD IOKHOKYPHUJIbCKUX MEBE/IEl MMeeT
cBOM crieruduyecKre 0COGEHHOCTH, He CBOIUMBIE K
M3MEHYMBOCTH MeBeie X OKKan/1o0.

Pesyssrarh! TeCTa 10 OCTaIbHBIM TIOIBUIAM TIPU-
Bezenbl B Tabu. 9. B 1iesioM Bemmunia nH(GOPMaIMoH-
HOIl pasmepHocTH 1151 yeperia Gyporo measeas (0.95
6ut; Tabu. 9) 6aM3Ka K MaKCUMaJbHO BO3MOKHOMN
(1 6uT), 4TO yKasbiBaeT Ha OTHOCHTEJbHO HUBKHIA
YPOBEHb OTPAHWYCHUH W3MEHUYUBOCTH W BBICOKYIO
MOPGOJIOTUIECKYI0 TJIACTUYHOCTh. MUHMMAThHbIE
BEJMYUHBI UH(POPMAIIMOHHON Pa3MEPHOCTH OTIpejie-
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Puc. 6. /luddepentmanus reorpadndeckix 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 g U. a. yesoensis m ero reorpaduieckux
TPYTIIL

Pacuer mopnesell paHTOBBIX pacrpefieieHUN s
YeTBEPTOTO YPOBHS IUXOTOMUYECKOH KJaccuduka-
nmnn (MakcuMmasibHo 16 KjaccoB) ToOKazas, 4To /i
U. a. yesoensis Hanbosiee ONTHUMATBHBIM SIBJISIETCSI
pacnpenenenne TuG6ca, a mus U. a. beringianus —
pacnpenenenne Iunda (Puc. 9; Tabn. 9). Bo Becex
ciydasx IKJI 6mmska k 0, 4To yKasbIlBaeT Ha aJleKBaT-
HocTb Mozeeil. ITpu uckioyenuun ocobeii ¢ FOxHbIx
Kypuit usmensiercs: TUI pacIipefiesieHust Y yYesoensis,
YTO SIBJISIETCS TOTIOTHUTETBHBIM CBU/IETETBCTBOM UX
cBoeobpasmst. Pacmipesiesiennie KIaCCOB /TSI T0KHOM
reseTuko-reorpadmueckoit rpymnimsl C ¢ Xokkaiizo
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Puc. 7. ludpdepennpanus reorpadmnueckux rpymninpoBoK Me/Be-
neit Xokxkaiino (A, B, C).

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

cooTBeTcTBYeT pacripeziesienuto [lunda rax ke, Kak
U JIJIS BCEH OCTPOBHOM BBIOOPKHL.

B Tab6us. 10 npusegensl nokasaTean pasHooOpa-
314, OlleHEeHHbIe Ha OCHOBe OoTAebHbIX oceil OMIII.
[lns olleHKM W3MEHEeHWsl ToKasaTeseil BBeIeHBI
ycaoBHbie “nepapxudeckue” ypouu (L) ot 1 (Bca
BBIOOPKA) 710 5 (IO JISIIUY MU TPYIIIIbI IOy IAIIT
BHYTPHU TIO/IBU/IOB). BbIsiBlIeHa TeHIEHIUS K OTpU-
1aTeJIbHON KOppessiuu Mesky L u pazaMepHOCTbIO
mozeseii MIIT (d). Pasmeprocts Mozeseit MIIT us-
MEHYUBOCTH MPOIOPIINIA Yepera He IEMOHCTPUPYET
110100HOI 3aBUCUMOCTH.

Mepa opranusoBanHocTu paszHooOpasus (O) 3za-
METHO CHUIKAETCs OT “mepapxmueckoro” ypoBHs 1 K
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Ta6auna 7. CpasHeHue rpynnupoBok Gyporo meznsesst Xokkaiizo (A, B, C) u IO. Kypuun no kpureputo Kpackesa-Yosuieca (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 2.4,0.12
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

prvteuauue: Boizeniennl craTucTUYECK 3HaYNMble 3HAUEHUST Kpurepud.

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
u3MeHUnBOCTH Tiporopiuii ueperna — -0.73 (p = 0.01).

Mepbl OpraHM30BAHHOCTH WM3MEHUYMBOCTH 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.

WmmocTpaiiug naMeHeHns: (OpMbI pacmpesesie-
Huil 3Havenuii oceti MIII Ha pasHBIX YPOBHAX HC-
crepoBanus obbekTa npencrasaena na Puc. 10B,C.
Dopma  pacripenesieHUsT  ONPEAETSIeT  BEJTHMYIMHBI
SHTPOIMU U Mepbl opraHn3oBanHocTH. Ha HWKHIX
VPOBHSAX “Wepapxuu’ SHTPOMHS pacTeT, a Mepa
OPraHM30BAHHOCTH  CHIDKAETCS. ITO  OTpPaskaeT
o01Ie 3aKOHOMEPHOCTH OPTaHU3AIUU CTPYKTYPbI
pasHoobpasusi, BOCIIPOU3BOANMbBIE B PAMKAX MHOTO-
MepHOTO aHaxu3a. st coBokyHoii Bei6opkn OMIIT
OTIMCHIBAIOT B MEPBYIO OYEPEh OCHOBHBIE “IIpaBuia”
M3MEHYNBOCTH, BBIpa)KeHHBIC B AuddepeHInanm
BHYTPUBUIOBBIX pac Gyporo mezBejist. Ha atom done
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Ta6auna 8. XapakTepucTuKa yqacTust IpoMepoB B quddepeHIaui Ha OCHOBE TIOMAapHbIX cpaBHeHUI 110 kpuTtepuio Kpackena- Yosinca
(p<0.05) u unciio ciydaes obHAPYIKeHMsE O0JIee OTHON KOMIIOHEHTBI NX H3MEHUHBOCTH™,

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 KOMIIOHEHT
Buyrpn noasunos

(Between (In the subspecics) oo  Number o imdependent
(Mel;[:ﬁrl\grer?ent) CV,%  subspecies) U. a. yesoensis U. a. beringianus o E/I”[;(EZ?%/; compone nts
’ of variability>1)
max 10 max 6 max 1 max 17 E K (I{II,(T)?;B
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 3.5 6 1 0 7 35.3 3 3 6
W10 10.6 7 1 0 8 41.2 4 1 5
Wit 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 1.1 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 52.9 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
121 6.9 6 0 0 6 35.3 0 1 1
L23 5.8 6 0 0 6 35.3 0 1 1
124 6.2 6 0 0 6 35.3 4 1 5
H25 8.5 7 2 0 9 41.2 2 1 3
H26 1.1 7 2 0 9 41.2 0 1 1
H27 10.0 9 2 0 11 52.9 0 0 0
?TTET) 173 20 2 195
Wroro, B % 0T MakcuMyMma 66.5 141 77 44t

(Total, % from max)

* Pacemotpenst cemb Moziesieid MITT uist Ber6opok: 1istth noasuaos Bmecre (U. a. arctos, U. a. collaris, U. a. beringianus, U. a. piscator, U. a.
yesoensis); Kaskablil oy otaensno; U. a. beringianus (6e3 Caxanuna); U. a. yesoensis (6e3 10. Kypwun).

Ob03nauenus: max — YICJI0 MOTAPHBIX CPABHEHMUIT TTOIBI/IOB MJIN BHYTPUIIOABHIOBEIX (hopM; E — KOMIIOHEHTHI H3MEHIHBOCTH PA3MEPOB
yeperia, K — KoMIoHeH T U13MeHYnBOCTH T1poriopunii yepena. Koaddunnent sapuain (CV) oTpaskaer crenenb BADbUPOBAHNS TPU3HAKA
JIUISI 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.



Kpanromerpuueckoe pasHoo6pasue OCTPOBHBIX HOILYJISAIINA OyPOro MeaBeis

135

Ta6auna 9. MHbopMaMOHHasT Pa3MEPHOCTD U TUII PAHTOBOTO PACIIPEETCHUS VIS PE3YJIBTATOB IUXOTOMUYECKOI KIacCu(UKAIMU BbI-
60pok MezBeseit (ypoBau kiaccudukarmu — L =1, 2, 3, 4, MAKCUMaJIbHO BO3MOKHOE YHCJIO KJIACCOB — 2%).

Ta6mna 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 Kooddmmer [lapamerper pacnipenenenms
HH(I)OpMaI_II/IOHHaH Boro II))aCHpe- JleTepMUHAIINKI (DlStI‘lbllthIl parameters)
Butopra mapenm - AL Ao RRmod
(Sample) (Information dimen- (Typlé Zf4rank (Coefficient of (KLE, N
. i . . 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. Kypum) 0.884+0.02 Unndpa 97.6 ~0.000 0.242+0.008  0.821+0.035
(U. a. yesoensis (Zipf)
(without S. Kurils)
U .a. yesoensis
pyma € - 0.895+0.01 Unncpa 89.2 0.011 01770012 0.525+0.053
(U .a. yesoensis, (Zipf)
group C)
U. a. yesoensis 0.906+0.008 (Hé?fg:) 96.7 ~0.000 0.168+0.007  0.136+0.008
U. a. beringianus 0.945+0.010 L(Igﬂ)%a 86.1 0.049 0.170£0.013  0.589+0.056
.a. piscator . +0. . . . . +0. .095%£0.
U.a. pi 0.946+0.007 L(I;‘E)%a 92.1 0.006 0.165+0.009  0.555+0.041
U. a. arctos 0.915+0.010 (né?fgj) 93.9 0.002 017620010  0.145£0.012
. a. collaris . +0. . . . X +0. . +0.

U. llari 0.943£0.005 (1216{)6;:) 71.4 0.021 0.112+0.009  0.064%0.012
Bes BoiGopka 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 TPYIIIT OCTAIOTCS CKPBITHL. /L7151 TTOABUIOB
u dopM “nipaBusa”, OMUCAHHBIE JIJIT BUA, OCTAIOTCS
[IPEXKHIMU, HO BBICTYIIAIOT B KAYECTBE [TOCTOSTHHOTO
(ona, Ha KOTOPOM BBISIBJISIIOTCS clieluudecKue st
TOW WJIM WHOHM DPachl OTPAaHIYEHHMS U3MEHYUBOCTH.
EcTecTBeHHO, 4TO OOBIYHO OHU MEHee JKECTKHE, YeM
OCHOBHBIE “TIpaBUJia”, TOATOMY OIIEHKA HHTPOIUU
(pa3Ho0Opasust) Ha HUKHUX YPOBHSIX, KaK MPABUJIO,
Boiiire. TakuM 06pa3oM, KOPPEKTHOE CpaBHEHUE pa3-
HOOOPAa3usi BO3MOKHO TOJIBKO B MPEJIETAaX OJHOTO U
TOTO JKe YPOBHsI. B paccmarpuBaeMoM cirydae MITHH-
MaJIbHbIe 3HAYEHUST MEP OPraHN30BaHHOCTU Pa3HOO-
Gpasus moJrydensl 1ist moasuaoB U. a. beringianusn U.
a. collaris, a makcumainbabie — st U. a. yesoensis u U.
a. arctos. ITOT Pe3yJIbTAT COOTBETCTBYET PA3IUUUSIM

MEKy TOJBUAMU IO BeJMunHe MHGOPMAIMOHHON
pasmepnocTu. Ha nannom hone anoMaabHO BbICOKOE
3HaueHne ToKazaTess aeMoHctpupyer rpymnmna C c
XoKKalio, 9T0 yKa3bIBaeT Ha 3HAUMMBIC OTpaHUYe-
Hus Mopdosormyeckoro pasHoobpasus. dus U. a.
arctos BBICOKOE OTpaHMYEHHE PA3HOOOPA3HST MOKET
OBITH  O0YCJIOBJIEHO HEOTHOPOAHOCTHIO BBIOOPKH,
BKJIIOYAIOIIEH ellle He BbIsIBJIeHHbIe reorpaduyeckue
pacel B ceBepHoOli EBpasnm.

IKJI oTHOCUTENBHO PAaBHOMEPHOTO pactipeje-
genust (Jr, Tabmu. 10) mOJOKHUTENBHO KOPPEIUpPYET
(r,= 0.86) ¢ mepoit OpranM30BaHHOCTU Pa3MePHON
M3MEHYMBOCTU. BbICOKMe 3HAUE€HUS Mepbl OpTraHu-
30BAHHOCTH COOTBETCTBYIOT HoJsiee ocTpoil opme
pacnipenenenus 3HadeHuit oceti MIII (Puc. 10).
ITo Toii ke tpuumHe HAGJIOLAETCS OTPULATEIbHAS
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Ta6auna 10. MubopmauoHHbie epeMeHHble MOPhOIOrHYecKOro pasHooOpasus ueperna 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] Jn  Jr d 0 Jn Jr

Best siGopra 245 1 6 0.27+0.003 003 049 5 0.16=0.002 013 0.3
(Joint sample)
U. a. arctos, U. a. collaris 102 2 7 0230004 004 038 4 0.13+0.005 007 0.4
U. a. piscator, U. a. beringianus 8 2 4 0.23+0.007 004 028 4 0.15+0.006 0.11  0.20
U. a. arctos 75 3 7 023+0.006 004 036 4 0.13+0.006 007 0.12
U. a. collaris 27 3 4 015+0016 012 024 3 0.09+0.013 013 0.20
U. a. piscator 53 3 4 0.20+0.009 005 035 4 0.11+0.009 0.09 0.5
U. a. beringianus 32 3 5  012+0010 006 017 4 0.10£0.010 0.07 0.09
U. a. beringianus, 6es Caxamma 19 4 5 0140017 007 018 4  010:0016 013 0.16
(U. a. beringianus, without Sakhalin) T ’ ' T ' ’
U. a. yesoensis 52 3 3 022+0010 005 026 4 0.11+0.008 004 0.13
U. a. yesoensis, 6e3 10.Kypuu
(U o yosoensis, without S, Kurils) 46 4 2 047+0015 003 027 4 0.1120.008 007 0.11
U. a. yesoensis, rpynma C 24 5 5  021£0.015 015 036 3 0.19£0.019 019 023

(U. a. yesoensis, group C)

Obosnavenusi: N — 00béM BoIOOPKH, L — yemoBHbIil “uepapxudeckuii yposern”, d — uncio oceit MIII, O — Mepa oprann3oBaHHOCTH pas-
HooGpasus, Jn u Jr — yaeabHast (cpeanss va ocb MIIT) orrocurenbras sntponust Kysnisbaka-Jleiibiepa st HOpMaJIbHOTO ¥ PABHOMEPHOTO

pacipesieleHui.

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 pacupenenenus ocer MII, omucehi-
BalOINX M3MEHUYNBOCTH pa3mMepoB, HeBennku. Cire-
JIOBATEIbHO, MOJIEJb HOPMAJIbHOTO PaCIIpeie/IeHIsT
CTATUCTUYECKH a/IEKBATHA JIJIST BCEX PACCMOTPEHHDIX
06bekToB. IKJI mia oceit MIII, onucbiBarommx
[IPOIIOPIIMN Yepelia, He KOPPEJIUpPyeT ¢ Mepoi op-
TaHM30BAaHHOCTU. B cpexnem onHa Bbimie, yem IDKJI
JUIST pa3MepPHON M3MEHUYMBOCTU. JTO CBSI3AHO C TEM,
4TO OOBIYHO XapaKTeP PaCIpepeseHus IIePBbIX Oceil
MIIT (K1-K3) samerno npubimskaercs K (opme
PaBHOMEPHOTO paciipejiesieHusl, 4To, B CBOIO OU€ePe/ib,
OTPasKaeT PasHUILy B OrPaHUYEHUSIX PasHOOOpasuu
yeperia 1o pasmepam u opme.

OBCYKIEHUE

1. B pamkax MHOrOMEpPHOTO aHAJIW3a OMUCAHA
CTPYKTYpa HM3MEHYMBOCTH deperna Oyporo Meise-
I U TIPOBEJIEHO CPaBHEHUE MEXK[IY KHUBOTHBIMU C
Xokkaiizo u Haubosee reorpahuyecku OJIU3KUMU K
HuM nomnyssinusyvu Caxanuua u [Ipumopckoro kpas.
CpaBHeHHE CTPYKTYPbl U3MEHUNBOCTH TIOABUIOB W
reorpaduyecKUx TPYII BbISIBUJIO KaK CXOICTBO, TaK
U CYIIECTBEHHBIE PA3INYHs HA YPOBHE “YIIPABJICHUS’
M3MEHYNBOCTBIO OT/ETBHBIMU TIPU3HAKAMU U T10 Be-
JIdrHe MOP(OMETPUIECKOTO PA3HOOOPas3usI.

VY noasupa U. a. yesoensis pasHooOpasue B CTPYK-
Type U3MEHYMBOCTU Pa3MEPOB Ueperia 00yCIOBIEHO
TEM, YTO BBICOTA HIKHEN YeTroCcTH To3aa m1, mm-
Ha JIMIEBOTO OT/EJA, CKYJIOBas IIUPUHA, IMTUPUHA
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KOCTHOTO HEGa, MHUpUHA
BUCOYHOTO CY>KEHSI, MEXK-
[JIA3HUYHAS IIMPUHA U HaW-
GOJIBIINI IHAMET] TJIa3HUIL
KOHTPOJIUPYIOTCST HECKOJTh-
KIMU CTATUCTUYECKH He-
3aBUCUMBIMU  (DAKTOPAMHU.
[IpeamnonoxxuTesbHO K
aTNM (hakTOpaM MOKHO OT-
HeCcTH HeuaeHTUUImpye-
MBIIl BO3PACT >KUBOTHBIX,
9KOJIOTHYECKUE YCJIOBUS U
BapHaluu B HACJEICTBEH-
HOIl uHGOPMAITUN MEXKITY
pasHbIMU TeoTpaduyuecKu-
MU Tpynmnamu. Bapeuposa-
HUE OCTAJIbHBIX IIPOMEPOB,
KPOME JJINHBI ~ HIKHETO
psma  1evyHbiX 3y60B, B
OCHOBHOM CKOPPEJIUPOBa-
HO ¢ OOUMME pasMepamu
yepera. HesHaunTe bHbBIM
o0beM  BBIOOPKH  H0/KHO-
KYPHJIbCKUX MeJIBelell He
MO3BOJIUJT TIOCTPOUTD JIJIST
Hux moziesib MIIL. Tlpu mc-
KJIIOYEHUH 9TO TPYIIIBI U3
BBIGOPKY yesoensis pazmep-
HOCTb MOJIEJIN CHUYKAETCSI C
3 1o 2, npuyeM BTOpast 0Ch
MIII onuceiBaeT B 3TOM
cJlydae TOJBKO 4YacTh W3-
MEHYUBOCTH  MAaCTOMHOM
MIMPUHBI U IMUPUHBI KOCT-
Horo Héba. CiesoBaTeIbHO,
BKJIa[l HEOOIBIION BBIGOPKYM  10KHOKYPHIBCKUX
MeziBe/iel B obIiee pasHoo6pasue CTPYKTYPhI H3MEH-
YUBOCTU MOJBU/IA YeSOensis TOJLKEH ObITh MPU3HAH
CYIIECTBEHHBIM.

Crenuduueckasg i3BMEHUMBOCTHPA3MEPOBIOKHOMN
rpytist (C) ¢ Xokkaiigo (Puc. 1) BocripousBoautcs
nstbio OMIIL. Bbicokast pasMepHOCTh 00y CIOBIEHA
KOMIIJIEKCHOCTBIO M3MEHYNBOCTU: [ITITHBI JIMIIEBOTO
OT/IeJIa, JIJINHBI BEDXHEr0 U HUKHETO PSIIOB [IEYHbBIX
3y06OB, IUPUHBI MO3TOBON KOPOOKH, IMTUPUHBI BU-
COYHOTO CY’KEeHUsT, HanOOJIbIIel MIMPUHBI KOCTHOTO
HEGa, HaMOOJMBINErO AUMaMeTpa TJIa3HUIl, BBHICOTON
HskHel yemoctu nosaau mi. Ipu atom npakruye-
CKM He BbIPAJKEHA aJJIOMeTpUYecKas N3MEHUYNBOCTD
yepera.
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Puc. 8. Yerbipe ocHOBHBIX “TIaTTepHA” NU3BMEHUYUBOCTU Yeperna Mease/iell (TI0SICHEH S B TEKCTE).

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

PasHooGpasue CTPYKTYPbl M3MEHUYMBOCTH IOJ-
Buzna U. a. beringianus 3amerto Bbime (d = 5) u
CBSI3aHO C JIEBSITHIO IPOMEPAMMU: JIJIMHON BEPXHETO
PAzia WEeYHbIX 3y60B, CKYJI0BO IIUPUHON, ITUPUHOIL
BUCOYHOTO CYJKEHUs], MEXIJIA3HWYHOU MIMPUHOMN,
HMIMPUHON B 3aTHLIOYHBIX MBIIIEAKAX, HanOOJIbIIEN
HMIMPUHON KOCTHOro HEGA, BHICOTOI 3aThbLIKa, [IUa-
METPOM TJIA3HUIIBI ¥ JITUHON HWKHETO Psi/Ia IEeYHBIX
3y60B. Vckiouenie us anaiusa measeeil CaxajinHa
He TIPUBEJIO K CHIKEHWTIO Pa3MEePHOCTH COOTBETCTBY-
fontett mogiesin MIII. He BbIsB/IeHO U CyTIIeCTBEHHOM
MePECTPONKHN CTPYKTYPbl U3MEHYUBOCTH, UYTO T'OBO-
PHT O CUJIBHOM HOZ00MH MESKIy KOHTHHEHTAJIbHBIMI
U OCTPOBHBIMU KMBOTHBIMHU. Uepera caxaJirmHCKUX
MeJIBejiell B Cpe/lHeM HECKOJIBKO MeHbIlle KOHTUHEH-
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Puc. 9. Panroseie pacnipesiesienns yactot (n,/N = p) k1accos, 06-
Pa3yIoNXCcs HA YeTBEPTOM YPOBHE AMXOTOMUYECKON KJaccudu-
Karuu BbIGOPOK MOABUAOB GYPOrO MEBEIS: a — pacIpe/ie/IecHIs,
COOTBETCTBYIONINE PaHroBoMY pactpeneienuto [unda; b — pac-
IIpejieJieHNs], COOTBETCTBYIOLIME PAHIOBOMY —PaCIpe/esIeHIIO
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 uepera B 3arJasHuYHON obmacTy (IIUpUHA
BUCOYHOI'O CYKEHUsI U IIUPUHA 3aHeHEOHON BhIPE3-
KU, MEKTJIA3HUYHAST TMPUHA).

O6bem BbiOOpku Measeneil ¢ CaxanumHa Hexo-
CTaTOYEH [IJIsi PEIeHUsT BOMPOCa O CYNIECTBOBAHUNT
Ha OCTPOBE MOP(OJOTHYECKN U TPOCTPAHCTBEHHO
obocobennbix rpymmposok (FOxur 1991). Mop-
(osornueckas kaaccudukaysa Haiiell BBIOOPKU He
BBISIBUJIA OTIPEIEJIEHHOTO TIOPSIIKA U TPYTITHPOBOK
ocobeil, cBsg3aHHbIX ¢ reorpacdueil. s BbIICHEHUsI
CTPYKTYPbI OPraHM3allii CaXaJUuHCKOW TOMYJISIITUN
MejBenell HeoOX0AUMO coueTanue Mopdomerpuye-
CKMX U MOJIEKYJISIPHO-TEHETUYECKUX METO/0B HC-
crefoBanmii, 0asUPYIOIUXCI Ha AOMOJHUTEIbHOM
MaTepua’e.

I.®. Bapoimankos u A TO. Ilysauenko
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Puc. 10. Vzmenenue meps opranuzoanHocTu (O) pasnooGpasust
pasMepoB ueperia, B 3aBUCUMOCTH OT YCJIOBHOTO “HePapXUuecKOro
yposus” (L) (a) u pactipenenenst suauerniit OMIII pu L =1 (b)
u L =3 (U. a. yesoensis) (c): beringianus 1 — BbiGopka 6e3 Caxa-
Jmua; yesoensis 1 — Boibopka 6e3 I0. Kypuur; yesoensis, C — woxuast
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 1 — 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  IOATBEP:KIEHUE
nuddepennmanm MeJIBeient
U. a. beringianus Caxanuna u
Xoxkaiizio. [To paamepam ueperna
Bce Teorpaduyueckue rpyIIn-
poBku U. a. yesoensis ycTOMINBO
MeHblIle, yeM caxanmackue U. a.
beringianus. HaubGosee uerTkas
nuddepennmraus MexaIy HIMU
oTMeveHa M0 HauOOJIbIIeN TITH-
pute KOCTHOTO HéGa W JUTMHE
HuskHeit yemoctu (L21, L23).

Baytpn mnomsuma U .a.
yesoensis MTO/ITBEPKIAETCS
Mopdosorudeckast nuddepen-
MU MEXKIY BCEMU TpeMs
reHeTUYeCKUMU TpyImamMu
(Baryshnikov et al. 2004). TIpu
3TOM MaKCHMAaJbHas AVCTAHIIH
ompezieieHa MEKIYy BOCTOYHON
(B) u neaTpasnbrOil (A) rpynma-
mu. [pyrnma C mopdosiornueckn
MIPUMEPHO PaBHOYAAJEHA W OT
B u ot A. Yucsio mpomepos, 110
KOTOPbIM O0OHapysKEHbI CTaTh-
CTUYECKH 3HAYMMbIE PA3THUUS
MeXJy reHernyeckumu  Gop-
mamu, HeBesinko. Jluddepen-
muamnuga  Measenein  XOKKaiio
00yCJIOBJIeHA IIPEUMYIIEeCTBEH-
HO W3MEHYHMBOCTBIO IPOMEPOB
MIUPUHBL  TlepeOpPaTbHON YacTu
(BRJIIOYAsT CKYJIOBYIO IMHUPUHY)
U OCHOBAHM 4Yepera, a TaKxKe
MIPOMEPOB BBICOTHI HUIKHEH de-
JiocTu. B oTmenpHBIX cirydasx
OTIpe/IeJIEHHYIO  POJib  UTPAIOT
JUTMHA BEPXHETO Psifia IEeYHBIX
3y6oB (rpynna B — wmexasean
octpoBoB Utypyn n Kynammup)
U OCHOBHAs [IIMHA 4Yepera
(rpynma B — rpymnma C).

ITosnoxenne U. a. yesoensis n

€ro TeHEeTUKO-reorpaduIecKux IPyHIIHPOBOK HILIIO-
crpupyer Puc. 11. Ha nennporpamme mpu OTHOCH-
TEJIbHO HEBLICOKOM YPOBHE “OyTCTperr-Nnoigep:KKu’”
Bbibopka measeneit 10. Kypun obocobiena or Beex
ocrasibHbIX BbIOOpoK noxsuna U. a. yesoensis. Tlpu
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Puc. 11. Mopdosorndeckas auddepennnanins mojABua0B 1 reorpapuieckux rpynimpoBoK
MezBezieil (/UINTHBHAS IEHIPOTrPaMMa, TIOCTPOEHHAS HA OCHOBE CPETHEBBIOOPOUHBIX 3HAUE-
nuit OMII). A, B, C —reorpacdudeckue rpynnipoBku Meseseil XoKKaiao; nndpbl 0KOI0
V3JI0B BETBJIEHHST 0003HAYAIOT YPOBEHDb “GyTCTPEN-TIOAAEP/KKI BETBJICHUS] B MPOIEHTAX;
1Gpbl OKOJIO BETBEH COOTBETCTBYIOT PACCTOSHUIO Mexay Hogamu (“Mopdosornyeckas
muactannus”). Jliist onpeesieHus: IUCTAaHINE MEKLY OOBEKTaMHU HYXKHO CJIOKUTD JITHHBI,
COEJIMHAIONINX UX HOJIOB (HAIPHMeEp, PACCTOSIHIE MEK/LY ME/IBE/ISIMU 1IEHTPAIbHOI IPYIIbI
Xokkaiizio (A) u measeasivu nosua U. a. arctos — 0.016), a mexxay rpytmoit A u MeBesiMu
Caxanmna — 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.

9TOM MaKCUMaJIbHO OHa JuddepeHiinpoBana oT 1eH-
TPAJIbHOU TPYIIIUPOBKU A M B PaBHOI Mepe OJiM3Ka
k rpynmmam B m C. Bosee neranbHOe cpaBHeHWE B
paMKax OJHOMEDPHOTO aHAJIM3a BBLISBUIO OJIM30CTH
I0KHOKYPHUIIBCKIX Me/IBeZielt K rpymme B, 4To cooT-
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BETCTBYeT THUIIOTe3e WX IIPOUCXOXKIEHUS OT Iepe-
cesieHIleB 3 9Tol yactu Xokkaijo. Ha atom ¢done
measean IOxuprx Kypusn nemonctpupytor cierudu-
KY, YKa3bIBaIOIIYIO Ha 1poliecc auddepeHipanu ux
OT MarepuHCcKoil rpymmbl B ¢ Xokkaiino. 3HaunMOoe
(Ha He BBICOKOM YPOBHE) pasjuure MeX/1y TPYIIIOi
B U I0KHOKYPUJIbCKUME MeIBEIIMU OOHAPY KEHBI
no juinae P4-M2, koTopast JoCTUTaeT y MOCTeTHUX
MaKCUMAaJIbHOTO 3HAYEHUS TI0 CPABHEHUIO CO BCEMU
JIPYTUMU Me/iBeIIMU XOKKai10.

Mopdomerpuueckre JaHHbIE HE KOPPEIUPYIOT
¢ TIpe/IIoIaraeMbIMA CPOKAMU PacCeJIeHNsT Pa3HbIX
rpymn 6yporo Measens Ha XOKKaiio U OIPEepeis-
IOTCS, BEpOsSTHEEe BCEro, CHeru(uKoi HBOTIOTIN
JIOKJIbHBIX ToIyJdiuil. C y4eToM reHeTHYeCKuX
JIAHHBIX, TUIIOTE3a O 3aCEJIEHWU IEHTPAJbHOU da-
ctu Xokkaiizmo (rpynma A) MexBeasamu, OGJU3KUM
K ceffuac obutaromum Ha CaxajuHe, BBITJSIUT
MajsioBeposTHol. IIpu aToM ocraercsa BeposgTen re-
HETUYECKHU 0OOMEH MKy dTUMU MOMYJIANUAMEA B
MO3/THEM TIJIEHCTOIEHE, B MEPHUOJ] CYIECTBOBAHUS
[IOCJIE/THETO 110 BPEMEHU HA3eMHOTO MOCTa MEXKY
OCTPOBaMU.

3. Ananmus mopdosiornueckoit auddepentpanm
U CTPYKTYPBI M3MEHUMBOCTH y naTH u3 21 cyie-
CTBYIONTMX TOABUAOB Oyporo memasenst (Bapbrii-
HukoB 2007) MO3BOJMII BBIZEJUTD YETBIPE TPYIIIIBI
MIPOMEPOB. YUYacTKU dYepena, MapKepaMu KOTOPbIX
BBICTYIIAIOT TIPOMEPBI U3 PA3HBIX TPYIIL, 00pPa3yioT
Ha HEM Oojiee-MeHee YIOPSIOUYECHHYI CTPYKTYPY
(Puc. 8). BbisiBiieHHBI TTATTEPH SIBJISIETCSI OCHOBOM
NS “TiporHo3a” TIPU UCCIEIOBAHUY JIPYTUX BHYTPHU-
BUJIOBBIX BBIICJIOB M (DOPMYJIMPOBAHUK TUTIOTE3 06
YIPABJIEHUN OHTOTEHE30M U 3BOJIIOIMOHHBIMU TIpe-
06pa3oBaHMSIMHI YePeTa.

4. B pabote BIiepBbI€ OIPE/IEJIEHBI KOJTUIECTBEH-
Hble XapaKTepuCTUKu Mopdoaorudeckoro (Mopdo-
METPUUYECKOr0) pasHooOpasust deperna MeaBe/eH,
KOTOpBIE MOTYT OBITh WCIOJIb30BAHbI [IJisI CPaBHU-
TEJIbHBIX UCCJICIOBAHNI.

Cpennue 3Ha4eHUS Mep OPTraHM30BAHHOCTU W3-
MeHunBocTH y 6yporo Measens — 0.20 (M3MEHYMBOCTb
pasmepoB) u 0.11 (usmenunBocTb hopmbr). Yepern U.
a. yesoensis OTIIMIAETCS HU3KUM PasHOOOpasueM T10
cpaBHeHUIO ¢ TakoBbIM U. a. beringianus. drta oneHKa
MO/ITBEPIKIAETCS HUBKOW BEJMYMHON WHOOpMAI-
OHHOI pa3MepHocTH y yesoensis. Hesb3s uckimoyars,
YTO B JJAHHOM CJIy4ae HU3Koe MOP(oJIormieckoe pas-
HOOGpa3sme CBA3AHO ¢ HU3KUM TEHETHYECKUM PA3HO-
obpasuem mejBesieit Xokkaiino (Tsuruga et al. 1994).

I.®. Bapoimankos u A TO. Ilysauenko

Ananu3 paHTOBBIX pacrpejieJieHul KJIaccoB u-
XOTOMUYECKOUN KJIaccU(UKAIMKU BbISIBUJ Pa3JIMUU
MexaIy TeorpadruecKUMHU pacaMu MejiBe/ieli, KOTo-
PbIe He 3aBUCAT OT UH(OPMAIIMOHHOM Pa3MEPHOCTHU U
Mepbl OPraHIM30BaHHOCTH pasHooGpasust. HecmoTpst
Ha pasHble MoKazaTean Mop(oJOTUYECKOro pa3Hoo-
Opasus, 1 Mease/eit ¢ Xokkaino u s noasuaa U.
a. beringianus Han6oJiee afeKBaTHBIM ObLIO TUIIEPOO-
sndeckoe pacrpenenenue [unda. Pagnuans B ture
PAHIOBBIX pPaclipelesieHuii MOTYT ObITh CBSI3aHbBI C
TUIIOTETUYECKUMH OHTOTeHeTHYeCKUMU (haKTopaMu,
KOTOpPbIE OIPEAENSaioT JaeUHUTUBHOE CTPOEHUE
yeperia: 9KOJIOTMYECKUE YCJIOBUSI OHTOreHe3a, Ha-
cietyemMble 0COOEHHOCTH YITPABJICHUST OHTOTEHE30M,
B TOM YHUCJIE OHTOT€HE30M OT/IeJIbHBIX YaCTel Yepera,
u 1. 1. IIpy Opouux paBHBIX YCJAOBULX TUIEPOO-
gunueckoe pacnpenenenue Ilunga coorBercTByer
MOJIEIM “MATKOTO” YIIPaBJICHUS OHTOTE€HE30M, IPU
KOTOPOM XapakTep BJWSHUS OCHOBHBIX (haKTOPOB
OTIMChIBAETCA JlorapuMuiecKoit pyHKImei. IKCIo-
HEHI[MaJIbHOe pacipeznesierre TubOca mpemoaraer
JKeCTKyI0 (JIMHEWHYI0) 3aBUCUMOCTb OHTOTEHEe3a WU
Ne(UHUTUBHBIX MPU3HAKOB OT YTIPABJSIONNX (hak-
TOPOB M, COOTBETCTBEHHO, OTHOCHUTEJHHO HHU3KYIO
YCTOMYMBOCTH OHTOreHe3a. Ec/in BbI6OpKa coiepskuT
IPYIIIIbL, OTJIMYAONIIECS MEKILY COOOM 10 CTPYKTYpE
U3MEHYMBOCTH, TO, BEPOSITHEE BCETO, PAHTOBOE pac-
npejesieHre GyaeT UMeTh dKCIIOHEHIIHATbHBIN BUI.
Tax, “goGaBka” Kk BeIGOPKE ¢ XOKKAiIL0 HECKOIbKUX
9K3EMIIJISIPOB I0KHOKYPHUJIbCKUX MeJBe/iell TTPUBO-
JIUT K M3MEHEHWIO TUIIA PAHTOBOTO PACIIPEIeIeHUs
OT rutiepbOMMIECKOTO Ha SKCIIOHEHITHAIbHOE, TakuM
00pasoM, IIpe/yIoKeHHas BbIIle WHTEePIpeTalus OT-
HOCHUTCSI TOJIbKO K OTHOCUTEJHHO OJHOPOJ/IHBIM BbI-
GopkaM.

5. B GoxbpluuHCTBE CllydaeB HU3Kas CPEIHIS
BemmauHa JKJI mmsa oceit MIII oTHOCHUTETPHO HOP-
MaJIbHOTO PacCIIPe/IeIeHNsI COOTBETCTBYET TUIIOTE3e
“3BOJIIOIIMOHHOTO paBHOBeCHsT”. JTa TUIIOTE3A TIPe/I-
MoJIaTaeT OTCYTCTBUE AKTUBHBIX 3JBOJIOIMOHHBIX
[IPOIIECCOB HA BHYTPUBHIOBOM yPOBHE. AJleKBaTHOE
oTMcaHue Pe3yJIBTaTOB IUXOTOMUYECKOH Kiaccudu-
Kalluyl OJIHUM W3 TUIIOB PAHTOBBIX paclipejle/ieHui,
B COYETAHNU C BO3MOKHOCTHIO YCTOWYMBON CTaTH-
CTUYECKON OlleHKU MH(POPMAIIMOHHON Pa3MePHOCTH,
TaK’Ke YKa3bIBAIOT, KAK MUHUMYM, Ha CTAIMOHAPHOE
aBosoImoHHoe cocrosinve. [Topuepkuem, uyTo cucre-
Ma B CTA/IM1 aKTUBU3AIIMH BOJIIOIIMOHHOTO TIPOIlecca
He OyJIeT ONMChIBATHCS HUKAKIM PAHTOBBIM paclipe-
JleJIEHUEM.
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Bmecre ¢ TeM Helb3sT UCKJIOYNUTB, YTO Pas3HbIe
HOABU/BI OYPOTO MEJIBE/sl HAXOJSATCS Ha PasHBIX
CTaAUAX IUBEpreHnun ot obuiero npeaka. Hampas-
JIEHHOCTD 9BOJIIOIINN MOXKET 32/[aBaThCS MEPEXOIOM
oT “>KecTkoro” K “msArkomy”’ YIPaBJEHUIO OHTOTeE-
HE30M, T. €. IBUKEHUEM B CTOPOHY CITEITHATN3aIIN
M aBTOHOMM3AIMM OHTOreHesza. B aToll cBs3M OT-
METHUM, YTO TIAPAMETP A PAHTOBOTO pacIpeieieHUs
Tu66ca B TepMopMHAMUKE 0OPATHO IIPOMOPIMOHA-
JieH abCcoJIIoTHOU TemrepaType cucrembl (cm. Jle-
Buy 2004, tabu. 12). Pacuer “remmepartypbi” st
naHiblX B Tabsa. 12 JleBuuya IOKasbIBaeT, 4TO JI
pacnpenenenuii Tub6ca oHa CyLIECTBEHHO BBbIIIE,
yeM it pactpenenenuii [lunda. Ito cooTHONmEHNE
MOKeT OBITh WHTEPIPETUPOBAHO KaK OTPaKeHUE
nporecca  “oxJakleHusi”  IBOJIOIMOHUPYIONIEN
CUCTEMBI, COMTPOBOKAAIONIETOCS CMEHOW THUIA paH-
roBoro pacupenenenusd. [lox “oxmaxknenvem” Mbl
MOHUMAaeM JIOCTVKEHWE OTHOCHUTEJIBLHO BBICOKOTO
YPOBHS CIIeIIUATH3AIIHY, ABTOHOMU3AIINMHA HEMHOTUX
BapHaHTOB OHTOTEHE3a, WM Pe3yJIbTaT Aerpaganun
FEHETUYECKOTO Pa3HOOOPasust Mocje MPOXOKICHUS
“6yThLIOYHOTO ropJa” U T. II.

B pamkax paccMOTpPEeHHOI BBIIE THIIOTE3bI MO/
Buzbl U. a. yesoensis, U. a. beringianus v U. a. piscator
JIOJUKHBI  PAacCMATPUBATBCH  KaK  CIEIUATU3UPO-
BaHHbIE, HAXOJAIINECS Ha OoJiee MO3[HUX CTAUSIX
JIMBEPTEHITNN OTHOCUTEJIBHO APYTUX TOABUAOB OY-
POro Me/Bells, BKJIIOUEHHbBIX B HAlll aHaiu3. Pasuble
reHeTnKo-Teorpacdmnueckne rpymnmsl U. a. yesoensis
MOTYT HAXOIWTHCS B PasHbIX (hazax Impoiecca crie-
manm3aryn.  [IpoBepka 3Toi rUmoTessl Tpebdyer
JIOTIOJTHUTEILHOTO MaTepuasa 1o rpymnmam A, B u o
measesm ¢ FOxxubrx Kypnar.
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