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M3zyueHo cTpoeHmne BTOporo BepxHero moisipa (M2) oyporo (Ursus arctos) u 6enoro (U. maritimus) Men-
Belei, BelAeAeHO 9 IIpU3HAKOB, 00agaloluX NOJIMMOpPGhU3MOM, IPUBEAEHBI UX onucaHus. OOHapy-
JKeHa reorpaduueckasi 3aKOHOMEPHOCTb B UBMEHUMBOCTU JJMHIBAJIbHOTO IMHTY/II0Ma M2 y MaTepuKoO-
BbIX U. arctos ¢ 3anaga Ha BOCTOK. Y nonysiuuii U. arctos XOKKaiigo oTMedyaeTcsl yMeHblIeHWe TaloHa
M2 c 3anana Ha BocToK. B ienom, M2 y 6yporo u 6e10ro MeaBeneit sipjisieTcs 10CTaTOYHO U3MEHYM -
BBIM 3y0oM. Byporo menBenst MOXXHO DOCTOBEpHO mHddepeHIINPOBATh OT OEJIOro MeIBeas Ha OCHOBE
ctpoeHus M2 mo mecty npusHakam. MameHeHue ctpoenuss M2 y U. maritimus CBSI3aHO C TIEPEXOIOM
Ha Muodaruto. 3y0 penyiupyercs — yrpauyMBaeT B IIEPBYIO ouepenb BTOPOCTEIICHHBIE 3JIEMEHTHI U CO-
KpalllaeT AaBsIiylo MOBEPXHOCTh 3a cUeT TajJoHa. HauboabuM KOJIMYECTBOM MPOrPECCUBHBIX YEPT
cpeny IpeBHUX U COBpeMEHHbIX npeacTtaButeneit pona Ursus o6nanaet U. maritimus. B 9BOTIOLIMOHHOM
OTHOIIECHNUY U3MEHYMBOCTh M2 y mipenctaBuTesicii poma Ursus BHIISIAUT JOCTATOYHO BBICOKOI 1 OTpa-
JKaeT OCHOBHBIC (DIJIOTCHETUUECKIE HATIPABICHMSI.

Karouesoie crosa: MenBenb, 3yObl, MOJISIP, U3MEHUYUBOCTb, MOP(MOTUIIBI, BUAOBas AuddepeHanms,
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Ily6nukauusa sBiasieTCs MPOAOJXKEHUEM padoT
0 U3yYEeHUIO0 U3MEHUYMBOCTU 3y00B Oyporo (Ursus
arctos L. 1758) u 6enoro (U. maritimus Phipps 1774)
MmenBeneil. PaHee HaMu omyOJIMKOBaHBI Pe3yJIbTaThl
HUCCIEN0BaHUS U3MEHUMBOCTU PE31I0B, YETBEPTHIX
npemoJisipoB (P4, p4) u mepBoro BepxHero MoJjsipa
(M1) menseneii (I'mmpanos, Kocunues, 2017; Tumpa-
HOB, 2018, 2021). B 3T0ii paboTe BHMMaHue OyIeT yie-
JIEHO BepxHeMy BTopoMy Mouisipy (M?2). ITo-npexHemy
Ha CeTOMHAIIHUI IeHb paboT, TTOCBIIIEHHBIX U3MEH-
YUBOCTU 3y0OOB KPYITHBIX HA36MHBIX MJIEKOTTUTAIOIIUX
(Carnivora), nocrarouno majo. be3 meranbHOro aHa-
JIu3a U3MEHYMBOCTU JEHTAIbHBIX CTPYKTYP HEBO3-
MOKHO MPOBOJIUTHh KOPPEKTHBIE MAJIEOHTOJIOTUYECKHE
HCCIIeMOBaHNsI, BKITIOUAOIINE W U3YUEHHE TTPETKOBBIX
(opm. bes uccrenoBaHuii ocobeHHOCTEl CTPOESHUS
3y00B COBPEMEHHBIX TAKCOHOB HEBO3MOXHO MHTEP-
npeTUpoBaTh U3MEHEHUSI 3y0OB, MPOUCXOAUBIINE
B re0JIOTMYECKOM Macliutabe BpeMeHU. M3 Bcex ae-
MEHTOB CKeJleTa, TToXaxyid, 3yObl Jalie BCEro coxpa-
HSIOTCSI HAMMEHee TOBPEeXAeHHBIMU B UCKOTIaeMOM
coctossHuU. bojiee moapoOHBIe CBeaeHUsI 00 aKTy-
aJIbHOCTHU MCCIeNOBaHUM 1 000CHOBAHHOCTU BbhIOOpPA

99

MMEHHO Oyporo u 6ejoro MeaBeaeii B paMKax usyde-
HUSI U3MEHYUBOCTU 3yOOB XUIIHBIX MJIEKOMUTAIOIINX
MOXHO HaliTU B Halllel npeapiayieit padore (I'mmpa-
HoB, Kocunues, 2017). Tam ke puBoauTcs 00630p
JINTEPATYPHBIX TaHHBIX O TIpoOJIeMe N3MEHYNBOCTH
3y00B y npenacraButeneit poga Ursus. B 3apauu HacTo-
SIETO UCCIeIOBaHUs BXOAST onucaHue MopoJioruu
BepxHero BToporo Moisipa (M2), coctaBieHue Mop-
doTunUIECcKUX cXeM; BbIUMCICHUE TToKa3aTeast yc-
JIOXXHEHHOCTU KOPOHKHU 3y0a U ONMCcaHue BUIOBBIX
JUArHOCTUYECKMUX TTPU3HAKOB.

MATEPUAJ U METO/1bl

WccnenoBaHbl KpaHUOJIOTHYECKHME KOJIIEKIMU 30-
ojjornueckoro myses MI'Y (Mocksa), 3ooaoruue-
ckoro nHcturyta PAH (Cankr-IlerepOypr), My3es
NOPuXK ¥pO PAH, 30010rnueckoro mysest Tomckoro
I'Y, xonnekunonusix poHnoB MCud2K CO PAH, The
Hokkaido University Museum (Canmnopo, SnoHust),
Hokkaido Museum (Cammopo, fmnonus), Department
of Archaeology, the University of Tokyo (Tokopo,
Smnonus), Shiretoko Museum (Ilapu, SImoHwus).



100

i Al A2 B

T'MMPAHOB
a
d
A B C e
e N
-
\~

==

DD

Puc. 1. Mopdotunsr M2 6yporo u 6ei1oro MenBeneii (Ha3BaHUe 3JIEMEHTOB 3y0a cM. Tabu. 1). Yactu 3yba: a — mapakoH
(Pa), b — metakoH (Me), ¢ — metacTuiib (Mtst), d — nmpotokoH (Pr), e — metakoHysb (Mtcl), f — moctmeTakoHyab (Pmtl),
h — OYKKaJIbHBII LIMHTYJIIOM (B 6aju1ax), g — JMHTBAJIbHBIN LIUMHTYIIOM (B 6a1ax), i — opMa OKKITI03UaJIbHOM MMOBEPXHO-

ctu (TI — Tajon).

Teorpadumyeckoe pacrpeneeHre N3y4eHHBIX BEIOOPOK
MeBeneil MpuBeneHo B paboTe 1Mo U3MEHYMBOCTHU Pe3-
noB (ITumpanos, Kocunues, 2017, puc. 1).

JlokanuTeTsl M3y4eHHBIX 0CcO0eii (uepernoB) Oy-
poro meaBenst 00beAUHSIIUCh B KPYITHBIE BHIOOPKHU.
Kaska3s ropHsiii [n = 58: AzepbaiigkaHcKasi pecny-
onuka (n = 1), I'py3usa (n = 2), Pecriyoiauka Adxa3us
(n = 2), Pecniyonuka Jlarectan (n = 3), KapauaeBo-
Yepkecckas Pecniyonuka (n = 2), Pecnyonuka Cesep-
Hasg Ocetusi-Ananus (n = 15), Yeuenckas Pecriyoiuka
(n = 2), 6e3 TouHoro jokanutera (n = 30)]; KaBkas
paBHUHHBIN [n = 36: Pecniy6nuka Anpires (n = 30),
Kpacnomapckuit kpaii (n = 6)]; LleHtp eBponeiickoii
yactu Poccuu [n = 15: KocTtpomckas o6a. (n = 5),
MockoBckast 00:1. (n = 1), CMoseHckas o6, (n = 4),
Tsepckas o6a. (n = 4), fApocnaBckas o61. (n = 1)];
CeBep eBpormneiickoit yactu Poccuu [n = 85: ApxaH-
reabckasi 001. (n = 4), Bonoroackast ooia. (n = 10),
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Jleannrpanckas oon. (n = 41), MypmaHckast 001.
(n = 4), Hosropoackast o6. (n = 14), IlckoBckast 00J1.
(n=17), Pecnybonuka Kapemusa (n = 5)]; Ypan KOxub1it
[# = 12: Pecniyonuka bamkoprocran (n = 11), OpeH-
oyprckas ooin. (n = 1)]; Ypan CeBepnblit u CpenHuii
[n = 98: Komu (n = 30); CBepmioBckas o6. (n = 20);
Ilepmckas o6n. (n = 3), TiomeHcKast 061, (n = 29),
XaHTbI-MaHCUCKUiT aBTOHOMHBII OKpYT (1 = 3),
Smanmo-HeHeuxkuit aBTOHOMHBII OKpyT (1 = 1), Ypan
CeBEpHBII Oe3 TouHoTOo JoKaiauTeTa (n = 12)]; 3anan-
Hast Cubupsb [#n = 27: HoBocubupckas o0i. (n = 2),
Tomckast 061. (n = 15), TromeHckast 06J. (n = 10)];
Antait (Pecnyonuka Antait) [n = 15]; [Tpubaiikaibe
(Upxkyrckas o6i.) [n = 19]; LHentpanbHas Cubupb
(Kpacnosipckuii kpaii) [# = 30]; Bocrounass Cubupb
[7 = 15: Pecnyonuka Caxa (n = 8), MaragaHckast 001.
(n = 3), YykoTckmii aBTOHOMHBII OKpyT (n = 4)];
IMpumopse (ITpuMopckuii kpaii) [# = 15]; Kamuar-
ka (Kamuarckuii kpaii) [n = 117]; CaxajiuHckasi 001.
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Taomuna 1. XapakteprcTrKa BblIeIeHHBIX MOpGhOTUIIOB M2 Oyporo u 6e1oro MenBeneit

=
= g
=
YacTtb 3yda byrop -g: % XapakTrepuctuka Mmop@oTuria
§ S
Al 1 IMapakon (Pa) 6e3 mOMMOJTHUTEIBHBIX OYTOPKOB
A2 2 HMmeetcst 1OMIOJHUTENIbHBIN OYTOpOK Ha ITOCTEpUAIbHOM Irped-
n He mapakoHa
apaKoH
A3 2 | MeeTcsa mapacTuib
ByKKa/IbHbIH HMMeeTcs nONMOTHUTEbHBIN OYTOPOK Ha MOCTEpUAIbHOM Iped-
oTaen (mapakoH- A4 3
. He mapakoHa U mapacTUib
METAaKOHHBI)
Al 1 MertakoH (Me) 6e3 1OMOJIHUTETbHBIX OYTOPKOB
MetakoH .
A2 2 | meetca npemetakoH (Premetacone no: Jiangzuo et al., 2019)
Al 1 | Metactuin (Mtst) otcyrcTByeT (Metastyl mo: Rabeder, 1999)
MertacTtuib
A2 2 | MeTacTuiab nMeeTcs
Al 0.5 |IIporokon (Pr) B Bume rpeOHsI, 03 BEIpaxkeHHOIT BePIIMHBI
A2 1 I1poTOKOH C BhIpaK€HHOU BEPILIMHOMN
BI 2 ITpoTOKOH C BBIpakeHHOU BEPIIMHON U OYTOPKOM B IepeaHeii
JacTu
IpoToKoH B2 2 ITpoTokoH ¢ BBIPQXEHHON BEPIIMHON 1 Oyropkom B 3aaHeit
yactu (Mesocon no: Jiangzuo et al., 2019)
. IIpoTOKOH C BbIpaxk€HHOI BEepILIMHON U ABYMsI OyropkaMmu
JIMHTrBaNbHBIN B3 3 P o p P ABY yrop
B 3agHEH yacTn
oTaen (mpoTo- . .
KOHHBIiA) B4 4 HpOToUKOH C BLIPAXKEHHOI BEPIINHOMN, OTHUM OYTOpPKOM B TIe-
pemHel YacT! U IByMsI OYTOpKaMM B 3aHEI YacTh
A 1 Merakonynb (Mtcl) B Buae rpeOHsI, MHOTIA ¢ JOMOJTHUTEIb-
HBIM OYTOPKOM B 3aHEell 4acTu
MeTtakoHy/Ib UMEET BEPUIMHY, MHOIAA C JOMOJHUTEIbHBIM Oy~
MeTtakoHyb B 2 ¥ o P Y fac y
TOPKOM B 3aJHel yactu
C 3 MeTakoHy/Ib UMeeT BEpIIMHY, MHOTAA C JOMOJHUTEIbHBIMU
OyropkKamu B TIepeaHe 1 3aMHel YacTIx
A 0.5 |I[octmertakonyns (Pmtl) oTcyTcTBYET
B1 0.5 |ITocTMeTaKOHY/Ib B BUIE B3AYTUS
B2 1 |TlocTMeTakOHYNIb B BUAE TpeOHS ¢ BEPIINHOMN
UCTATbHBINA
(Z)lT - TMoCTMETAKOHYITH B3 1 |IlocTMeTakOHYNIb B BUAE XOPOILIO Pa3BUTOro Oyrpa
A C ) ITocTMeTakoHYJIb B BUAE XOPOIIIO pa3BUTOTO Oyrpa ¢ A0IOJI-
HUTEJbHBIM OYTOPKOM B 3aJHEl YacTu
D 2 ITocTMeTakoHY/Ib MPEACTaBISIET COOOI CKOTUIEHE MaJIeHbKUX
OyropkoB
ByKKaJIbHBLiA LIUHTYIIIOM 1 1 ByKKanbHBI LIUHTYJIIOM OTCYTCTBYET
(B Gayiax) 2 2 | AmeeTtcs pa3BuTHIil (HO HEOOIBINOIT) OYKKATBHBII ITUHTYIIIOM
| 1 MmeeTcs HEOObBIIONM JIMHIBAJIbHBIN LIMHTYJIIOM Ha TPaHULIE
MMPOTOKOHA U TUTIOKOHA
’ 2 JIMHTBaNbHBII IMHTYIIOM YaCTUYHO Pa3BUT Ha YJaCTKeE MO
JIVMHTBaJIBHBIN LUHTYJIOM IIPOTOKOHOM U T'MITOKOHOM
(B Gasutax) 3 3 JIMHTBaNbHBIN LMHTYIIOM JOCTATOYHO XOPOLIO Pa3BUT IO
MPOTOKOHOM U T'MITOKOHOM
4 4 JIMHTBaNbHBIN LIUHTYJIIOM OY€Hb XOPOIIIO Pa3BUT OT Mepe-

HETO Kpasd KOPOHKHU OO0 ITOCTITUMITIOKOHAa
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OkoHuyaHue Tabauusl |
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YacTtsb 3yba Byrop g % XapakTrepuctuka Mop¢oTuIia
) S
=
Al 2 M3rub 3anHeit yacTu OyKKaJIbHOTO Kpasi KOPOHKU (MEXITY Me-
TakoHOM ¥ TasioHOM (T1)) oTcyTcTBYeT MO0 OYEHB CITA0BI
Oxxiro3uanbHas ¢popma A2 15 M3rub 3amHeit yacTu OyKKaJIbHOTO Kpast KOPOHKH (MEXIy Me-
) TaKOHOM M TaJIOHOM) XOPOIIIO BBIpaxkeH
B 1 | TanoH oTCyTCTBYET

daxkTop — mokasaresb YCIOXKHEHHOCTH KOPOHKH 3y0a, mim Factor, mo: Rabeder (1999).

(CaxanuH u ap. ocTpoBa objactu) [# = 12]; Anonusa
[n = 178: 3amagHas yacTh XokkKaimo (n = 41), meH-
TpaJibHasl 4acTh XOKKaimo (# = 56), BOCTOUHasl 4aCTh
Xokkaiino (n = 55), 6e3 TOYHOTo JIoKaIuTeTa XoKKaii-
1o (n = 26)]. O61asg BeIGOpKa 10 BUIy 732 ocobu.

JlokanuTeTbl ¥ YMCIO M3YyYeHHBIX ocobOeil (Jepe-
MoB) Geyioro MeaBenst: rpymmna «SMam» (n = 46) BKIIO-
yaeT B ce0s1 3K3eMILISIPbl M3 ApXaHTeIbCKO 00JI.
(n = 25) u Smano-HeHeukoro aBTOHOMHOIO OKpyTa
(n = 21); rpynmna «Taiimbip» (n = 71) cocTOUT U3 K-
3eMILISIPOB, COOpaHHBIX ¢ ceBepa KpacHosipckoro Kpast
(n = 71); rpynna «Cubupnr (ceBepo-BOCTOK)»
(n = 91) BKiTtOUAET B ceOs1 SK3eMILISIphI ¢ ceBepa Pecry-
onmuku Caxa (n = 29) u u3 YyKOTCKOTO aBTOHOMHOTI'O
okpyra (n = 62), rpyra «CeBepHblii JIemoBUTHIN OKeaH»
COCTOUT M3 9K3EMIUISIPOB, HE NMEIOIINX TOUHBIX JIOKA-
qureToB (n = 32). O61uas Bbidopka 1o Bumy 240 ocobeii.

XapaKTepUCTHUKA BbIIEICHHBIX MOP(HOTHUIIOB MPH-
BeneHa B Tao6n. 1. Ilpu onucanum mopdotunos M2
obOpaIaay BHUMaHue Ha (opMy TTIepruMeTpa OKKITIO-
3UaJIbHOI MOBEPXHOCTU OCHOBAHMS OYKKaJbHOI Ya-
CTH KOPOHKM 3y0a (puc. 1 i), Hantuuue napa- U MeTa-
ctuneit (puc. la—1¢), IpUCyTCTBUE TOMOIHUTEIbHBIX
OyropkoB Ha IIPOTOKOHE 1 MeTakKoHyse (puc. 1d—le),
HaJIMYMe M YCIOXKHEHHOCTH ITOCTMETaKOHYJIST (puc. 1f)
U Pa3BUTOCTU LMHIYIIOMOB (puc. 1g—14). Ilpu onu-
CaHMU CTPYKTYPHI KOPOHKM M2 OOJILIIMHCTBO Ha3Ba-
HMIA IPU3HAKOB MCIOJIL30BAJIOCh corlacHo Pabenepy
(Rabeder, 1999; Rabeder et al., 2009) u bapbiiiHu-
KoBy (2007), ¢ HEKOTOPHIMU U3MEHEHUSIMU, Kacaio-
IIMMUCS TIpeMeTakoHa 1o L[3sguusyo (Jiangzuo et al.,
2019). ITokazaTtenb YCIOXKHEHHOCTH, PACCUMTAHHBIN
Ha OCHOBE YaCTOThI BCTPEUYAEMOCTH MPOCTHIX U CIIOXK-
Hbix MmopdoTtumnos (Rabeder, 1999), Boipaxkaercs: Kak
MHOXECTBO YacTOThI BCTpeyaeMOCTH MopdoTuiia (w)
U COOTBETCTBYIOLIero emy (akropa (f), cymmupo-
BaHHOE 110 3yOy [=X.(w; * f,)] (bopmyna npuseneHa
B OPUTMHAJIbBHOM BUe U3 NepBorcTouHuka (Rabeder,
1999)). 3naueHue dakTopa ISl KaXmoro MophoTura
npuBeneHo B TabJ. 1. PazneneHue BHIOOPOK IO ITOTY
He TIPOM3BOAMIOCH. B HaIMX mpenpiaymmnx padborax
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ObIJIO YCTAaHOBJIEHO, YTO CTATUCTUYECKU 3HAYMMBbIE
pazinyusl MeXIy caMlaMU U caMKaMM OTCYTCTBYIOT
(Tumpanos, 2018). Beibopku XokKaiiao crpymnmnupo-
BaHbl HA OCHOBAHUU TTOJHBIX MTOCJIEI0BATENbHOCTEN
MUTOXOHApuaiabHoro reHoma (Hirata et al., 2013).
CraTucTrueckas OlleHKa pa3JIMuuil B 10JisiXx MOpdho-
TUIIOB MEXy MaTepPUKOBBIMU TOMYJSILIUSIMU OypbIX
MenBeaeii U MOMyasilusIMU XOKKaiI0, a TaKKe MeX-
Iy IByMs BUAAMU MeJBeAEi MPOBOAMIIACH C TIOMOIIIbIO
kputepust x°. JIJIs XapaKTepUCTUKY Pa3Indmil MeXIy
BbIOOpKaMU MeiBeNei MPUMEHEH METOJ IJTABHbIX KOM-
MOHEHT, pacCCYUTAHHBINA HA OCHOBE MaTpPUIIbl TTOKa-
3aTesiell YCI0XKHEHHOCTU 3y0oB. PacueT 3HaueHMit X2
U TJIaBHBIX KOMITOHEHT MPOBEAEH C UCTIOJIb30BAHUEM
naketa PAST (Hammer et al., 2001).

PE3VJIBTATbBI

MopdoTunbl OyKKaJIbHOTO (IIapaKOH-
MeTaKOHHbIi) oTaena M2

CTpoeHue napakoHa BO BCEX MaTePUKOBBIX IOy~
nguusix U. arctos OCTaTOYHO CXOAHOE, 3HAUUTEIbHO
JoMUHUPYeT MopdoTun Al, xapakTepu3ylOIIniics
OIHOI BEPIITUHOM, O€3 TOTIOJTHUTEIbHBIX 2JIEMEHTOB
(tabxa. 2). Mopdortun A2 saBaseTcs CONOMUHAHTHBIM
U XapaKTepu3yeTcsl HaIuuueM JOMOJHUTEIbHOTO Oy-
ropka Ha 3agHeM I'peOHe nmapakoHa. DTOT MOP(OTUI
peIKO TOCTUTAeT MAKCUMAaJIbHBIX 3HaueHUi (25%).
TakoBble 3a(MKCUPOBAHEBI B MOMYJISIINSIX MeIBeACH
Cesepa eBpomneiickoil yactu Poccuu, neHTpaibHOM
Cubupu n Kamyatku. 3aMeTHO OOJIbIIYIO YaCTOTY
BCTPEYAEMOCTU COTOMUHAHTHBIN MopdoTUIl A2 nMe-
€T B NOMYyJSILUSIX Oyporo MeaBensi 0-Ba XOKKaiiio
(36.4%). HyxxHO 3aMeTHTh, YTO peaKre MOPHOTHUITHI
A3 u A4 (mpucyTcTBUE TTapacTUisl) MOYTHU OTCYTCTBY-
10T (€EIMHUYHO BCTPEUAKOTCSI) Ha MaTepUKe, B TO Bpe-
Ms KaK Ha 0-Be XOKKaliI0 UX yacToTa JocTuraet 8.6%.
Bunumo, 1mosToMy MexXay MaTepUKOBBIMU ITOTTYJISI-
OUSIMU ¥ TTIONYJISTIASAMU Oyporo MenBenst XOKKamnmo
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Taomuna 2. Yucio 1 yacToThl MOPGhOTUTIOB OYKKaJIbHOTO (TTapaKOH-MeTaKOHHBII) oTaena M2
I'eorpaduyeckas ITapakoHn MetakoH MertacTtuib
B 0611aCTh Al a2l as s | N A Al YA A Y
Kapka3 n 47 2 0 0 56 2
. 4 1 7
TOPHBIN % | 95.9 4.1 0.0 0.0 ’ 6 96.6 34 >8
KaBkas n 35 1 0 0 36 24 9 33 36 0 36
PaBHUHHBI % 97.2 2.8 0.0 0.0 72.7 | 27.3 100.0 0.0
Hentp n 13 2
eBponemnckoit 11 3 0 0 14 7 1 8 15
yactu Poccun % 86.7 13.3
Cesep n | 63 21 0 0 49 9 80 4
eBpOITeiCKOI 84 58 84
qacti Pocenu % 75.0 | 25.0 0.0 0.0 84.5 | 15.5 95.2 4.8
CpenHuii u n | 70 10 1 0 81 48 16 64 93 4 97
CesepHblii Ypai % | 864 | 12.3 1.2 0.0 75.0 | 25.0 95.9 4.1
IOxnHbIi Ypan n 7 4 0 0 11 4 8 12 8 1 9
SanagHad n 27 0 0 0 7 13 14 7 23 4 27
Cubupb % | 100.0 0.0 0.0 0.0 48.1 51.9 85.2 | 14.8
. n 12 3
Anrtait % 9 2 0 0 11 3 6 9 20 20 15
LlenTpanbHas n | 18 6 0 0 4 14 6 0 23 6 30
Cubupb % 75.0 | 25.0 0.0 0.0 70.0 | 30.0 76.7 | 20.0
n 14 2 0 0 16 1
I1 % 1 7 4 11 17
I noaiiKabe % | 875 125| 00| o0 © 941 | 59
‘S BocTouHas " 14 1 0 0 15 i i i 14 1 s
S Cubupb 93.3 6.7 0.0 0.0 93.3 6.7
n 10 5 15 0
[TpuMopse % 11 3 0 0 14 667 | 333 15 100.0 0.0 15
OctpoBa
JanbHero n 10 2 0 0 12 4 6 10 11 1 12
Boctoka
n 83 31 0 0 34 30 113 4
Kawriaria % | 728 272 00 00| ™ s31| 469 * 966 34 'V
n | 419 88 1 0 223 115 513 33
Obmee: % | 825 173 02 00°% 660 340 > [oa0| 60 %
OctpoB XoKKaiio n 15 20 2 4 a1 34 7 41 29 5 34
(3aman) % | 36.6| 48.8 4.9 9.8 82.9 17.1 85.3 | 14.7
OctpoB X0KKaigo n 37 12 2 2 53 46 10 36 35 8 43
(ueHTp) % | 69.8| 22.6 3.8 3.8 82.1 17.9 81.4 | 18.6
OCTpOB XokKaimo n 32 18 3 1 54 47 8 55 44 3 47
(BOCTOK) % | 59.3| 333 5.6 1.9 85.5| 14.5 93.6 6.4
. n 11 13 1 0 23 3 21 1
Octpos Xokkaitno™ === 07501 40| 00 2 | sss| 15| 20 | o3 43| 2
n 95 63 8 7 150 28 129 17
Obuee % | 549 364 46 40| 7 843 157" [ssa| 16 ¥
Oo6miee n | 514 151 9 7 373 143 642 50
1o BUY % 75.5 | 22.2 1.3 1.0 681 72.3 | 27.7 316 92.8 7.2 692
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104 TMMPAHOB
OkoHYaHUEe TaOIULIBI 2
I'eorpaduueckas ITapakoHn MetakoH MertacTtuib
Bux 0611aCTh Al a2l as s | N A Al YA A Y
n | 46 0 0 0 46 0 41 5
Avian % 1000 00 00 00 Y 1000 00| * so1| 109 *
n | 71 0 0 0 71 0 60 | 1
Tait 71 71 71
g | MBI % 1000 00 00| 0.0 100.0 | 0.0 84.5| 155
S | Cubups n 9 0 0 0 ool 0 |4 [ [ 9 [ o
S (cemepo-octor) | % | 100.0| 0.0 0.0 00 100.0 | 0.0 89.8 | 10.2
= CeBepHbIit n 32 0 0 0 32 0 23 9
JlenoBUTHIN 32 32 32
ean® % 1000 00| 00 00 100.0 0.0 71.9 | 28.1
Obmee n | 239 0 0 0 240 0 203 | 34
10 Buy: % 1000 00| 00 00 2 1000 00%* 57| 13 >

* JlokanuTeT He yKa3aH; N U n — YUCJI0 9K3EMIUISIPOB.

IOJIY4E€HBI 3HAYMMBbIE CTATUCTUYECKUE PA3IMYUS B CO-
OTHOIIIEHUHX MOP(OTUIIOB MapakoHa (Tabir. 6).

MeTakoH MaJlOoM3MEHYNB, KaK Y MAaTePUKOBBIX 110~
nyasuuii U. arctos, TaK U y IONYJSIUUNA XOKKaig0.
HomunupyomuM Mopdotunom (72.3%) sapasieTcs
Al, xapakTepM3yIolLIuiics oqHOI BepIlIMHOI 0e3 10-
MOJTHUTEIbHBIX 371eMeHTOB. ComoMuHaHTOM (27.7%)
saBisgeTcss mopdotuil A2 (MMeeTcsT IIPEeMETaKOH), KO-
TOPBII OUEHb PEIKO UMeeT YacToTy 6osbire 30%, Ha-
npumep, B nonyiasuusx 3amnagHoit Cubupu (51.9%)
n Kamuarku (46.9%).

Y Bcex usydeHHbIX U. arctos tomuHupyet (92.8%)
npocTtoit MetacTuib (MopdoTumn Al). YcIoXHEHHbI
MeTacTuib (MopdoTun A2) HAMHOTO pexe BCTpevaeT-
cs1 B MOMYJISILMsIX Oyporo Measens Ha matepuke (6%)
1 0-Be Xokkaiino (11.6%), penko nocTurasi MaKkCumMyma
B 20% (Hampumep, Ha ATae).

Y U. maritimus n3BMEHYMBOCTb B CTPOCHUU Mapa-
KOHa 1 MeTakoHa He Habmonaercs. O6a Oyrpa UMeEIOT
TOJIBKO OJVIH BApPUAHT CTPOEHMUSI C OMHOM BEPIIUHOMN
¥ 0e3 JOIOJIHUTENILHBIX 3JIEMEHTOB (MOphoTunsl Al).
Tonabko MeTacTUib y 6e0ro MeaBeast odaagaeT mo-
JuMopdu3MoM (B JaHHOM ciaydae TUMOP(PU3MOM).
JJoMuHaHTHBIM sBiIsieTca Mopdotut Al (85.7%), 6e3
JOTIOJIHUTEJILHOIO 3agHero oyropka. Mopgortum A2
He SIBJISIETCS peIKUM U BcTpedaercs B 14.3% ciyyaes.
Mexnay 1ByMsl BUIAMU MeIBeIei YCTAHOBICHBI 3HAUYM -
MbI€ CTATUCTUYECKUE PA3INYUS B CTPOCHUY TTapaKoOHAa
¥ MeTakoHa (Tabi. 6).

MopdoTunbl NPOTOKOHHOTO oTAeNa M2

B uieniom y Bcex maTepukoBbix U. arctos TOMUHUPY-
eT MmopdoTum A2 (57%), XxapaKTepHU3yIOIIUICS TIPO-
cToii (popMOIi ¢ OAHOI BeplIMHON B BUAE IpeOHS.
ConoMHuHaHTHBIM MopdoTumnom ssisiercsa B2 (31%),
XapakTepu3yIlIuicsa HaludueM Oyropka B 3aqHei
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yacTu rpedHs. YacToTa mocieaHero MoxeT Bo3pacTaTrh
B HEKOTOPBIX MOMYJIALIMAX Oyporo measensd no 47%,
Harnpumep, Ha paBHMHHOM KaBkaze u B LleHTpanb-
Hoii Cubupu, a Takxke CHUXKATbeda 10 16%, Hanpumep,
Ha CeBepHoM u Cpennem Ypane (tabiu. 3). Yacrora
penkux Mop@OTUMOB B MOMYSILMSIX MaTePUKOBBIX
MenBeneit He onuHakoBa. Haubosee yacto (B cpen-
HeM 8.4%, makc. 1o 14%) u3 penkux Mop¢hOTHUIIOB
BcTpeuvaeTcss Mmopdotun B3 ¢ 1ByMs1 1OIOJIHUTEIbHbBI-
mu oyropkamu. HyxxHo ormetutsb, yto Mopdotum Al
He BCTPEUCH y MaTePUKOBBIX OYPBIX MEIBENeii, a MOp-
¢otunsl Bl u B4 He oTMeyeHbI B MOMYISILIUSIX XOK-
kaiigo. Ionynauuu U. arctos XoKKaigo OTINYAIOTCS
OT MaTEPUKOBBIX TEM, YTO TOMUHAHTHBIM MOPGhOTH-
oM y Hux siBiisieTcst B2 (73.2%), a comOMMHAHTHBIM
A2 (22.5%). bnaromapst 3ToMy Y BUIa B 1I€JIOM COOT-
HoureHue MmopdorurioB A2 u B2 craHOBUTBCS 1OCTa-
TOYHO cXOTHBIM (49 1 41%). OmHAaKO MeXIy MaTepu-
KOBBIMU TOMYJISIIUSIMU U MeIBeAIMU XOKKaHI0 MoJy-
YeHbI 3HAUMMbI€ CTATUCTHYECKUE pa3indus (Tabi. 6).
Mopdotunuyeckoe pazHoodbpasue nmporokoHa y U.
maritimus Huxe, yem y U. arctos (Tabma. 3). ¥V 6enoro
MeJBe/s BCTpeUYeHbl TOJIbKO MopdoTunsl Al, A2 u Bl,
U3 KOTOPBIX 3HAYUTENBHO TOMUHUPYET MopdoTun Al
(66.1%), comoOMHUHAHTHBIM MOP(OTUIIOM SIBJIsTETCST A2
(30.9%). Bei6opku U. maritimus 10CTaTOYHO CXOM-
HBI MeXIy coboii. Mexay nBymMs BUIaMU MeaBeaeit
YCTAHOBJIEHBI 3HAUMMBIC CTATUCTUUYECKUE Pa3IMIHs
B CTPOEHMU TTPOTOKOHA (Tabi1. 6).

MopdoTunsl MeTakoHy1s1 M2

Y matepukoBoro U. arctos nomunaupyet (79.1%)
Mopdotun B ¢ BeIpaxkeHHOI BEpIIMHON, COTOMMU-
HaHToM (19%) sBsieTcst MopdoTun A 6e3 BbIpaxkKeH-
HOM BepIIMHBI MeTakoHYs (Tabia. 3). BHyTpu mate-
PUKOBBIX BEIOOPOK HAOTIOMACTCS YBEIMUEHIE YACTOTHI
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MOPOOTUITNYECKAA XAPAKTEPUCTUKA BTOPOI'O BEPXHEI'O MOJIAPA 105
Taomuna 3. Yucio 1 yacToThl MOpGhOTHUIIOB JTMHTBAJILHOTO (IIPOTOKOHHOTO) oTnena M2
Teorpaduyeckas ITpoTokoH MeTakoHyJb
Binn g6$acn> Al | A2 Bl | B | B B4 Y A B]|c |V
KaBka3z n 0 24 3 19 3 0 1 55 0
. 49 56
TOPHBIN % 0.0 | 49.0 6.1 | 388 6.1 0.0 1.8 | 98.2 0.0
Kaskas n 0 10 3 15 4 0 0 0 36 0 36
PaBHUHHbI % 0.0 | 313 94| 469 | 125 0.0 0.0 | 100.0 0.0
Lentp n 0 9 1 4 1 0 0 15 0
eBpOMencKoit 15 15
yactu Poccun % 0.0 | 60.0 6.7 | 26.7 6.7 0.0 0.0 | 100.0 0.0
Cesep n 0 41 3 26 8 1 2 80 3
€BpOIIEHCKOMI 79 85
yactu Poccun % 0.0 | 519 3.8 329 10.1 1.3 2.4 94.1 3.5
CpenHuii u n 0 55 5 14 12 0 %6 46 48 0 94
CesepHblii Ypan % 0.0 | 64.0 58| 16.3| 14.0 0.0 48.9 | S5l1.1 0.0
KOxHbIT Ypan n 0 6 0 4 0 0 10 5 7 0 12
3amagHas n 0] 15 1 4 0 0] 20 21 3 1 75
Cubupb % 0.0 75.0 5.0 20.0 0.0 0.0 84.0 | 12.0 4.0
. n
Adai % o 7 0 2 0] o] % 8 5| 1 "
LlenTpansHas n 0 9 0 9 1 0 19 7 17 2 2%
Cubupb % 0.0 474 0.0 474 5.3 0.0 269 | 654 7.7
. n
; ITpuGaiikanbe % 0 4 0 ) 0 0 6 5 g 0 13
s gﬁ%ﬁg aﬂ "o 10 0o 4 0o o | M2 2] 1 | B
N ITpumMopnbe " 9 0 13 2 15
% 0 5 0 4 0 0 0.0 86.7| 13.3
OctpoBa
JlajabHero n 11 11
Boctoka 0 5 0 6 0 0 1 10 0
n 0 66 0 32 10 0 3 111 0
Kanraria % 00| 6Ll 00 296 93 00 % 26 974 00 ™
n 0 266 16 145 39 1 101 420 10
Obmee: % | 00| 570 34 310 84 02 7 90 790 19
OCTpOB XokKaimo n 0 10 0 25 1 0 36 1 40 0 41
(3anan) % 0.0 | 278 0.0| 694 2.8 0.0 24| 976 0.0
OCTpOB XokKaiuo n 2 9 0 29 1 0 41 1 49 0] 50
(eHTp) % 49| 220 0.0 | 70.7 2.4 0.0 2.0 98.0 0.0
OctpoB X0oKKaiingo n 0 9 0 30 2 0 41 2 50 0 5y
(BOCTOK) % 0.0 22.0 0.0 73.2 4.9 0.0 3.8 | 96.2 0.0
. LN 0 4 0 20 0 0 0 26 0
Octpos Xokkafino™ o0 07167 00| 833 00 00| 2* | 00 1000 00| 2
n 2 32 0 |104 4 0 4 165 0
Obmee: % | 14| 25| 00 73 28 00 " 24 916 00 '®
O6ee n 2 | 298 16 | 249 43 1 609 105 | 585 10 700
1o BUJLY: % 0.3 ] 48.9 26| 409 7.1 0.2 15.0 | 83.6 1.4
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106 TMMPAHOB
OkoHYaHUe TaOIULIBI 3
l'eorpacdpuueckas ITpoTtokoH MeTakoHYIb
Bun 06acTh Al | A2 | Bl | B2 B3 B N | A B c | N
n| 28 15 1 0 0 0 3 | 43 0
Aman % | 636 341 23 00 00| o0 * 65 935 00| ®
n| 45 | 24 2 0 0 0 3| 68 0
Taii 71 71
g | MPIP % | 634 338| 28| 00| 00| 00 42] 958 0.0
S | Cubups n | 68 | 21 0 0 0 0 | o 5 |85 0 | g
§ (ceBEpO-BOCTOK) % | 764 236, 00| 00| 00| 0.0 56| 944 0.0
= CeBepHbIit n 15 13 4 0 0 0 0 32 0
JlenoBUTHIN 32 32
okean™ % | 469 406| 125/ 00| 00| 00 0.0 | 100.0 | 0.0
OGwee n| 156 | 73 7 0 0 0 |y 1228 0 | 3
1o BHY: % | 66.1| 309 30| 00| 00| 0.0 46| 954 0.0

* JlokanmuTeT He yKa3aH; N U 1 — YUCJI0 9K3EMIUISIPOB.

BCTPEYaecMOCTH TTPOCTOr0 MOP(MOTHUITa A, K TAKOBBIM
OTHOCATCSI MEIBEIM, Hacemstonue Ypain (48.9%) u 3a-
nagnyo Cuoups (84%). Hactora yCJI0XKHEHHOTO MOP-
(otumra C gocTaTOYHO HU3KAs BO BCEX MaTePUKOBBIX
BBIOOpKAX, 32 NCKITIOYeHHEM BEIOOPKU 13 [TpuMophs,
IJe 3TOT IoKa3aresb gocturaet 13.3%. Y 6ypbIx Men-
Beneil Xokkaitao MopdoTtun A siBaseTcs: peakum (2.0—
3.8%), a mopdotun C He 3aperucTpupoBaH. Mopdo-
TUMNAYECKasi UBMEHYMBOCTb MeTakoHyst U. maritimus
cXomHa ¢ TaKoBoM U. arctos, HaCEIIONINX 0-B XOKKaii-
JI0: 3HAYUTEIBbHO TOMUHUPYET MopdoTun B (95.4%),
mopdoturr C He 3aperucTpUPOBaH.

MopdoTunbl nocTMeTaKoHyY 151 M2

VYV U. arctos obHapyxeHa reorpaguyeckasi 3aKo-
HOMEPHOCTb B CTPOCHUM MTOCTMETAKOHYJIsI (TadI. 4).
Ha Kaskasze u CeBepe eBporeiickoii Poccuu Oypoie
MeIBENU yalle MMelT c1abo pa3BUTHINM MOCTMeTa-
koHynb (Mopdotun Bl). Ha Ypane, B 3ananHoit Cu-
OuUpuY U Ha AJiITae TOCTMETAKOHYJIb XOPOIIO Pa3BUT
(Mopdotun B2), HO manbiiie HA BOCTOK 3TOT Oyrop
BC€ yallle CTAHOBUTCSI CHOBA HE Pa3BUTBIM U OTCYT-
ctByeT B 71% ciygaeB y menBeneit Kamuyatku (Mop-
(orun Al). Ha o-Be Xokkaiino nonyasiuuu U. arctos
TOXE Pa3TMYalOTCs MEXIY COOO IO CTPOSHMIO TTOCT-
METaKOHYJIS: Ha 3aIanie OCTpoBa MpeodIamaroT 0coou
C HEpa3BUTHIM U TIOXO Pa3BUTHIM MOCTMETAKOHYJIEM,
B TO BpeMs KaK Ha BOCTOKE OCTPOBa KOJIMIECTBO OCO-
Oeii ¢ pa3BUTHIM OyrpoM yBeauuuBaetcs. JLoyst peakux
mopdotumnoB B3 u C BapbupyeT B Monyasiliusix 0ypo-
ro MeaBens 0e3 Kakux-J1rudo 3aKoHOMepHOCTe. Mop-
(botun B3 mocturaer HauboJIbllIe# YaCTOTHI BCTpevae-
Moctr Ha Ypaie (19.8%). ¥ menBeneit Ypaiaa oTMeueH
penxkuii Mopdotun D, KoTopblii 60Jibllie HUTIE He 00-
HapyxeH. U. maritimus iMeeT cl1abyio MU3MEHUNBOCTD
IVCTaIbHOTO oTAeina M2 1 otyactu cxox ¢ U. arctos,
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HacesstiolnM KaMuaTtky: BO BceX MOMYISILIUSIX OelbIX
MeaBeneil 3HaYuTeIbHO Mpeo01agaoT 0CoOOU, He UMe-
olIKe TocTMeTakoHyJ s (Tadi. 4). Pengkux mopdoTu-
OB IMOCTMETAKOHYJIS1 Y O€JI0ro MeBe/isi He OOHapyKe-
Ho. [Tony4yeHbl 3HAUMMBbIE CTATUCTUYECKUE PATUUMS
B CTPOEHUM TTOCTMETAKOHYJISI MEXIY IBYMSI BUIAMU
MmeaBeneit (Tab. 6).

MopdoTuns! HuHTYIOMA (B 02aJ1/1aX)
U OKKJTII03UAJIbHOI (hopmbl M2

BykkanbHbiit muHrymoMm y U. arctos cnabo n3MeH-
qyuB. JJoMuHUPYIOT ocodu ¢ orcyrctBueM (1 Gamn)
LUHTYoMa. Pa3BuThlit (2 6ania) HUHTYIIOM Yy OypbIX
MenBeAei Ha MaTepuKe TIposiBiseTcs B 17%, Ha 0-Be
XoKKaiao pa3BUTLIN LIMHTYIIOM O4eHb penok (1.7%).
st U. maritimus pa3BUTbIA OYKKaJbHBINA LIMHTYIIOM
BOOOI1Ie He oTMeueH (TadJ. 5).

Pa3zButocTb TMHIBabHOTO LIMHTYIOMa y U. arctos
0oOHapyXMBaeT HEKOTOPYIO TeorpacuIecKyro 3aKo-
HOMEpHOCTb. B nmonynsiusax 6yporo Measeass Ha Ma-
TepUMKe C 3armajga Ha BOCTOK YMEHBIIIAeTCs MOJIS 3Yy-
0OB C 10CTaTOYHO Pa3BUTHIM (3 OaJijia) LUHTYJIIOMOM
U YBEJUUMBAETCS J0JIS1 0cO0Oeil ¢ YaCTUYHO Pa3BUTHIM
(2 6anmna) nuHryaomoM. Ha o-Be Xokkaiino, Ha060-
pOT, HaOTIOMaeTC TEHACHITNS YBeTMUEHMS JIMHTBAJTb-
HOTO LIMHTYJIFoMa Ha M2 ¢ 3anaga Ha BOCTOK (Tabi. 5).
U. maritimus nMmeeT cna0dyo U3MEHYUBOCTb JIMHTBaJIb-
HOTO LIMHTYJTIOMA. Y 3TOr0 BUIA 3HAYUTEIBHO TOMM-
HUpYeT ¢J1ab0 pa3BUThIi (1 6a1) JMHTBAJIbHBINA LIWH-
ryjaioM. Mexay 1ByMsl BUAaMU MenBeneil yCTaHOBIIE-
HBI 3HAYMMBIE CTATUCTUICCKUE PA3TUIUS B CTPOCHUU
JIMHTBAJILHOTO IIMHTY/TIOMA (TabII. 6).

dopma OKKITIO3UATBLHON MoBepXHOCTH M2 (BUL
CBEPXY) 3HAUUTEIBHO BapbUPYET Y OYphIX MeaBeacii
Ha MaTepuKe 1 He OOHapyXMBaeT 3aKOHOMEPHOCTEI.
IIpu sToM Ha 0-Be XOKKaiio c 3aIama Ha BOCTOK
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MOPDOOTUITNYECKASA XAPAKTEPUCTUKA BTOPOI'O BEPXHEI'O MOJISIPA 107
Taomuna 4. Yucio u yacToTsl MOP(HOTUIIOB AUCTAIBHOTO (IOCTTUITOKOH) OTaena M2
Teorpaduueckas [NocTmeTakoHyb
Bun 00JacTb A Bl B2 B3 C D N
KaBska3s n 18 24 14 2 0 0 58
TOPHBII % 31.0 41.4 24.1 3.4 0.0 0.0
KaBska3s n 8 19 8 0 1 0 36
PaBHUHHBI % 22.2 52.8 22.2 0.0 2.8 0.0
Hentp
eBponeuncKoit n 2 2 8 2 0 0 14
yactu Poccun
CeBep n 18 34 20 11 2 0
eBpOITeiCKOM 85
qacti Pocenn % 21.2 40.0 23.5 12.9 2.4 0.0
Cpennuit u n 14 22 39 19 1 1 9%
CesepHblii Ypan % 14.6 22.9 40.6 19.8 1.0 1.0
HOxnbI Ypan n 2 1 6 2 1 0 12
SanagHad n 9 5 12 0 1 0 7
Cubupb % 33.3 18.5 44.4 0.0 3.7 0.0
. n 3 4 7 0 1 0
Anmait % 200 | 267 | 467 0.0 6.7 0.0 15
LleHTpanbHas n 10 10 8 0 0 0 )8
Cubupb % 35.7 35.7 28.6 0.0 0.0 0.0
n 6 6 4 1 0 0
IT i 17
o |!IpubaiiKanbe % 35.3 35.3 235 5.9 0.0 0.0
2 | Bocrounas n 7 6 2 0 0 0
S 15
~ | Cubupp % 46.7 40.0 13.3 0.0 0.0 0.0
ITpumopne n 3 8 2 1 0 0 14
OctpoBa
JanbHero n 5 5 1 0 0 0 11
Boctoka
n 82 29 4 0 0 0
Kawriaria % 713 25 3.5 0.0 0.0 00 | B
n 187 175 136 38 7 1
O6mee: % 34.3 322 | 250 7.0 13 02 | %
OcrtpoB n 19 10 7 2 3 0
Xokkaiizo 41
(3anan) % 46.3 24.4 17.1 4.9 7.3 0.0
Octpos X0oKKaii1o n 23 14 10 3 1 0 51
(1IeHTp) % 45.1 27.5 19.6 5.9 2.0 0.0
OctpoB X0oKKaiino n 7 24 14 5 3 0 53
(BOCTOK) % 13.2 45.3 26.4 9.4 5.7 0.0
- n 7 7 7 3 1 0
Octpon Xokkaizo % 280 | 280 | 280 12.0 4.0 00 |
n 56 55 38 13 8 0
: 17
Obuee % 32.9 04 | 24 7.6 4.7 0.0 0
O6mee n 243 230 174 51 15 1 714
1o BHUIY: % 34.0 32.3 244 7.1 2.1 0.1
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108 IT'MMPAHOB
OxoHyaHue Tabauubl 4
l'eorpaduueckas ITocT™MeTakoHyIb
Bux 006J1acTh A Bl B2 B3 C D N
n 34 12 0 0 0 0
Avian % 739 | 261 0.0 0.0 0.0 00 |
Taiins n 51 22 0 0 0 0 71
<] P % 71.8 31.0 0.0 0.0 0.0 0.0
;§ Cubupn n 60 30 0 0 0 0 90
% (ceBepo-BOCTOK) % 66.7 33.3 0.0 0.0 0.0 0.0
= CeBepHblit n 22 10 0 0 0 0
JlemoBUTHIN 32
okean™ % 68.8 31.3 0.0 0.0 0.0 0.0
OO0miee n 167 74 0 0 0 0 241
1o BUIYy: % 69.3 30.7 0.0 0.0 0.0 0.0
* JlokanuTeT He yKa3aH; N U n — YUCJI0 9K3EMIUISIPOB.
Taomuna 5. Yucno v yactoTsl MOpGhOTUTIOB IMHTY/IOMA (B OayijlaX) U OKKITIO3UAIbHOM (hopMbl M2
BykkanbHbBII JIMHTBATLHBIM OKKJTIO3MaJIbHas
Bun l"eorggg);:;icmﬂ LHTYJTIOM N LIUHTYJTIOM N dopma N
1 2 1 2 3 4 Al A2 B
Kaska3s n | 53 5 58 1 17 38 2 58 27 31 0 58
TOPHbIi % | 91.4 8.6 1.7 | 29.3 | 65.5 34 46.6 | 53.4 0.0
KaBka3s n | 26 10 36 1 11 22 1 35 22 14 0 36
PaBHUHHBI % | 72.2 | 278 29 | 314 | 62.9 2.9 61.1 | 38.9 0.0
LeHTp n| 12 3 0 6 8 1 12 3 0
€BpOoMnencKoi 15 15 15
yactu Pocenu % | 80.0 | 20.0 0.0 | 40.0 | 53.3 6.7 80.0 | 20.0 0.0
Cesep n | 55 30 0 26 48 7 53 32 0
eBpOIIeiCKOM 85 81 85
yactu Poceun % | 64.7 | 35.3 0.0 | 32.1 | 59.3 8.6 62.4 | 37.6 0.0
Cpenuuitu Ce- | n | 77 20 97 3 33 38 10 g4 51 47 0 05
BEPHBIA Ypai % | 79.4 | 20.6 3.6 | 393 | 452 | 119 52.0 | 48.0 0.0
. FOxHEbII Ypan n 8 4 12 1 2 6 2 11 8 4 0 12
§ 3amnamHast n| 17 10 7 3 13 6 5 7 13 14 0 7
S Cubupb % | 63.0 | 37.0 11.1 | 48.1 | 22.2 | 18.5 48.1 | 519 0.0
. n| 11 4 10 5 0
Admait % 713 267 | D LS T L e s 00| P
HCHTpan},Ha;[ n 27 1 28 1 16 8 3 28 22 6 0 28
Cubupb % | 96.4 | 3.6 3.6 | 571 | 28.6 | 10.7 78.6 | 214 | 0.0
n| 16 3 2 7 6 0 14 5 0
ITpuoaii 1 1 1
pbaiikambe o7 o 1ss | 0 | 133 | 467 | 400 | 00| © | 7137 263 | 00|
BocTounasg 14 1 0 10 5 0 2 13 0
n 15 15 15
Cubupb 93.3 6.7 0.0 | 66.7 | 33.3 0.0 13.3 | 86.7 0.0
n | 15 0 0 11 3 1 5 10 0
Hpmvopre % 1000 | 00 | ° 00| 733 200 67| " [333 667 00 -
OctpoBa
JanbHero n| 12 0 12 0 7 5 0 12 7 5 0 12
Bocroka
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MOPOOTUITNYECKAA XAPAKTEPUCTUKA BTOPOI'O BEPXHEI'O MOJIAPA 109

OkoHYaHUe TaOIULIBI 5

BykKanbHbIIA JIMHIrBaJIbHBIN OKKJII03UaJIbHAs
Bux Teorpaduueckas LHUHTYIIOM | N LIMHTYIIOM N dopma N
obJiacTh
1 2 1 2 3 4 Al A2 B
n | 114 3 12 53 43 2 100 17 0
KamuaTka 117 110 117
% | 974 2.6 10.9 | 48.2 | 39.1 1.8 85.5 | 14.5 0.0
457 4 25 217 243 35 346 206 0
Obee: . 9 lss1 520 552
% | 829 | 17.1 4.9 | 41.7 | 46.7 6.7 62.7 | 37.3 0.0
OcTpoB n 40 1 1 15 19 6 29 12 0
X i 41 41 41
) % | 976 | 24 24| 366 | 463 146 707 | 293 0.0
OctpoB n 55 1 2 21 23 6 36 19 0
3 X i 56 52 55
§ (uoel;ligﬂo % |105.8 1.9 3.8 | 404 | 442 | 11.5 65.5 | 34.5 0.0
51
= | OctpoB n 55 0 0 15 24 15 27 27 0
XoKkaiizno 55 54 54
(BOCTOK) % |100.0 0.0 0.0 | 27.8 | 444 | 27.8 50.0 | 50.0 0.0
Xokkaino* % | 96.2 | 3.8 4.0 | 36.0 | 44.0 | 16.0 64.0 | 36.0 | 0.0
06 n | 175 3 178 4 60 77 31 7 108 67 0 175
ee:
H % | 98.3 1.7 2.3 | 349 | 448 | 18.0 61.7 | 38.3 0.0
O6mee n 632 97 29 1277 1320 66 454 273 0
729 692 727
1o BUy: % | 86.7 | 13.3 4.3 | 40.0 | 46.2 9.5 62.4 | 37.6 0.0
46 0 45 1 0 0 4 41 1
SAman « 46 46 46
% |100.0 0.0 97.8 2.2 0.0 0.0 8.7 | 89.1 2.2
. n 71 0 67 4 0 0 2 64 5
Taiimbip 71 71 71
Q % |100.0 0.0 94.4 5.6 0.0 0.0 2.8 1 90.1 7.0
£ | cuomps n | 90 0 4 .83 6 1 0 gy |14 |68 5o
% (ceBepo-BOCTOK) | % | 100.0 0.0 92.2 6.7 1.1 0.0 15.6 | 75.6 8.9
5 | CeBepHblii n | 32 0 24 7 1 0 0 29 3
JlenoBuUTHIN 32 32 32
oKean* % 100.0 | 0.0 750 219 | 31| 0.0 0.0 | 90.6 | 9.4
23 0 21 18 2 0 20 202 17
Obmee n_|2%9 239 20 239 239
1o BUY: % |100.0 0.0 91.7 7.5 0.8 0.0 8.4 | 84.5 7.1

* JlokanuTteT He ykazaH; N 1 # — YUCJIO DK3EMILISIPOB.

Ta6mmua 6. CTaTUCTHYECKHiT yPOBEHb Pa3IMUMil MEXIy YacToTaMK MOpGhoTUoB M2 MeIBeleil, OlleHKa KpUTepyeM ¥

Otnenel 3y0a Bun X P df N
*

U. arctos (maTepuk )u 20.4 <0.0001 3 508

U. arctos (0-B XoKKaiia0) 173

Hapaxor U. arctos 681
i 27. <0.0001 3

U. maritimus ’ 239

U. arctos (MaTepuK) ) 9.0 0.0027 1 338

U. arctos (0-B XoKKaiia0) 178

Meraxon U. arctos 516
i 2.2 <0.0001 1

U. maritimus 3 0.000 240
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OkoHuYaHue TabaULbI 6
Ortnenel 3y0a Bun X P df N
. 4
U. arctos (MaTepuK) ) 20 0.1616 ! 546
U. arctos (0-B XoKKaii10) 146
MeTtactuib
U. arctos 26 0.1051 1 692
U. maritimus ' ’ 237
U. arctos (MaTepuK) ) 9.9 <0.0001 5 467
U. arctos (0-B XoKKaiino) 142
IIporokoH U. arctos 609
‘ 117. <0.0001
U. maritimus 5 > 236
U. arct 531
arctos (MaTepuk) ) 16.7 0.0002 )
U. arctos (0-B XoKkkaiigo) 169
MeTakoHyJb
U. arctos 77 0.0213 5 700
U. maritimus ' ' 239
U. arct 544
arctos (MaTepuK) ) 735 0.7997 5
U. arctos (0-B XoKKaiino) 170
ITocTMeTakoHYIIb U arctos 714
) . <0.
U. maritimus 458 0.0001 > 241
. 1
U. arctos (MaTepuK) ) 13.9 0.0002 | 55
ByKKaIbHbII U. arctos (0-B XOKKaiino) 178
LIUHTYJTIOM U. arctos 729
14.3 0.0002 1
U. maritimus 239
. 2
U. arctos (MaTepuK) ) 6.8 0.0774 3 520
JIMHTBATBHBIH U. arctos (0-B XOKKaiino) 172
LUHTYJIIOM U. arctos 692
155. <0.0001 3
U. maritimus 55.5 239
U. arctos (MaTepuK) ) 01 0.8841 1 552
OKKITIO3HATbHAS U. arctos (0-B XOKKaiino) 175
tbopma U. arctos 727
. <0.0001 2
U. maritimus 66.3 0.000 239

*B rpynny «maTepuk» BKJIIOUEHa TakKe BbIOOpKa Oyporo mensess ¢ ocTpoBoB [JanbHero Boctoka.

HaOI0HaeTCsl TEHACHIIMS K YBEIMYEHUIO U3ruba (Mop-
(otun A2) 3agHeii yacT OYKKaJbHOTO Kpasi KOPOH-
Ku. benblit MenBenb oueHb yacTo (84.5%) nmeeT u3rno
3a7HEeI YaCTh KOPOHKHM, 1 TOJIBKO Y 3TOTO BUIA BCTPE-
yeH Mopdotun B (7.1%), xapaKTe pu3yIOIMICcsS OTCYT-
CTBUEM TajioHa (TadJ. 5).

OtMeTuM, uTo cpeau 772 ocobeit U. arctos TOJIBKO
y 11 3acdukcupoBaHbl pa3Hbie MOP(OTUIILI HA IIPABOM
u teBoM M2, uyto cocraBisier 1.4%. U3 11 ciydaes
7 MPUXOAUTCS HA METAaKOH, 2 Ha MOCTIUMOKOH, 1 —
Ha TPOTOKOH U | — Ha OyKKaibHbIi HUHTYIIOM. Cpenu
240 n3ydyeHHBIX ocobeit U. maritimus 'y 16 (6.7%) 3a-
(bukcupoBaHbl pazHbie MOPGOTUIILI Ha IIPABOM U Jie-
BoM M2. 13 16 ciydaeB 12 mpuxoauTcst Ha MOPQOTHITBI
(bopMBI OKKJTI03UAJILHOM TTOBEPXHOCTU U 4 — Ha MPO-
TOKOH. Takum o06pa3oM, acuMMETpUsI B cTpoeHruu M2

300JIOTMYECKUM )KYPHAJTT  Towm 103

y M3YUYEeHHBIX MenBeneit Hu3Kas Uy 0yporo MemaBems
OHa B 5 pa3 HMXKe, 4eM y 0eoro measeas. ¥ 0yporo
MEIBeIs CAaMbIM aCUMMETPUYHBIM ITPU3HAKOM SIBJISI -
€TCSl METaKOH, TOTJIa KaK y 6eJ1oro Measens 3To hopMa
OKKJTIO3MaJIbHOM MOBepXHOCTU M2. HyXXHO OTMETUTH,
YTO J0JIsI aCUMMETPUIHBIX Mopdotumnos P4 y 6yporo
U 6ejioro MenBeneit nocratouyHo Benuka (ImmpaHoB,
2018), Torna Kak 10Jist TakuxX MOp(OTUIIOB B CTPOEHUN
M1 ouenb Hu3ka (I'mmpanos, 2021).

OBCYXAEHUE

Teorpadmyeckast u MeXBUIOBASA H3MEHINBOCTD M2.
XapakTepucTHUKa YCIOXKHEHHOCTH 0Tae 0B M2 npuBe-
neHa B Ta0a. 7. B monymsuusix U. arctos, oOUTamOIIMX
Ha MaTepuke, reorpaduuecKnx 3aKOHOMEPHOCTEMN

Ne8 2024
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Taomuna 7. [Tokasarens ycioxxHeHHOCTH M2 Oyporo u 6e1oro MenBeaeit
B T'eorpaduueckas Yactb 3yda Cpenuit
4018
obmacTb a b ¢ d e f h g i 6aJ o 3y0y
KaBka3 ropHbIit 104.1 103.4 | 157.1 | 198.2 | 63.8 | 108.6 | 270.7 | 173.3 147.4
PABHUHHBII 102.8 | 127.3 | 100.0 | 181.3 | 200.0 | 65.3 | 127.8 | 265.7 | 180.6 150.1
EBponelickas 4acTh 113.3 | 146.7 | 200.0 | 86.7 | 120.0 | 266.7 | 190.0 160.5
Poccuu Llentp
Cenep 125.0 115.5 | 160.8 | 201.2 | 71.8 | 135.3 | 276.5 | 181.2 158.4
Cpennnit n CeBep- | 1136 | 1950 | 1041 | 150.0 | 1511 | 83.3 | 120.6 | 265.5 | 176.0 143.2
HbI Ypan
3anamHas Cuoupb 100.0 | 151.9 | 114.8 | 125.0 | 120.0 | 77.8 | 137.0 | 248.1 | 174.1 138.7
AJtTaii 120.0 83.3 | 126.7 183.3 128.3
gpf;‘:paﬂbm” Cu- 1 1250 | 130.0 | 116.7 | 1579 | 180.8 | 64.3 | 103.6 | 246.4 | 189.3 |  146.0
< |Mpubaiikabe 112.5 105.9 64.7 | 115.8 | 226.7 | 186.8 135.4
% Bocrounas Cubupp | 106.7 106.7 193.3 | 56.7 | 106.7 | 233.3 | 156.7 137.1
| Tlpumopse 133.3 | 100.0 213.3 100.0 | 233.3 | 166.7 142.7
KamuaTtka 1272 | 146.9 | 103.4 | 148.1 | 197.4 | 51.7 | 102.6 | 231.8 | 192.7 144.7
Cpentee 1o Matepu-| 113 | 1357 | 1087 | 153.4 | 185.5 | 69.9 | 128.5 | 253.1 | 179.2 147.5
KOBBIM BBIOOpKaM:
Sa‘:ailo‘a XoKKalao | 1735 | 1171 | 1147 | 175.0 | 197.6 | 72.0 | 102.4 | 2732 | 185.4 156.7
LIeHTp 134.0 | 117.9 | 118.6 | 173.2 | 198.0 | 65.7 | 109.6 | 263.5 | 182.7 151.5
BOCTOK 142.6 | 114.5 | 106.4 | 182.9 | 196.2 | 76.4 | 100.0 | 300.0 | 175.0 154.9
Ge3 onpencneHHoro | 560 | 1115 | 100.0 | 183.3 | 200.0 | 76.0 | 103.8 | 272.0 | 182.0 153.9
JIOKAJIUTETA
Cpennee 1o 0CTpoB- | 151 4 | 1153 | 109.9 | 178.6 | 197.9 | 72.5 | 104.0 2772 | 181.3 154.2
HOIi BBIOOpPKE
CpetHee Mo BUILY 132.2 | 125.5 | 109.3 | 166.0 | 191.7 | 71.2 | 116.3 | 265.2 | 180.2 150.8
SAman 100.0 | 100.0 | 110.9 | 70.5 | 193.5 | 50.0 | 100.0 | 102.2 | 153.3 108.9
TaiimMbip 100.0 | 100.0 | 115.5 | 71.1 | 195.8 | 51.4 | 100.0 | 105.6 | 147.9 109.7
%)
S |Cuonpe (cebepo- 1660 | 100.0 | 1102 | 61.8 | 1944 | 50.0 | 100.0 | 1089 | 1533 @ 108.7
‘= | BOCTOK)
§ CeBepHbilit Jleno-
~ | BuTBILL OKeaH—0e3 | 100 | 1000 | 1281 | 89.0 | 200.0 50.0 | 100.0 | 128.1 | 1453 115.6
OITPEACIEHHOTIO JIO-
KaJIUTeTa
CpesiHee Mo BULY 100.0 | 100.0 | 116.2 | 73.1 | 195.9 | 50.4 | 100.0 | 111.2 | 149.9 110.7

PacnosioxkeHue 1 Ha3BaHUS yacTeii 3yda cM. Ha puc. 1.

B YCIIOXKHEHUU TJIaBHBIX U TOIOJHUTEIbHBIX OYTpOB
He oOHapyxeHo. OTMETUM JUIIb, YTO HAa MaTepu-
K€ B HalpaBJIEHUM C 3araja Ha BOCTOK YMEHbIIaeT-
cd TToKa3aTeb YCJIOXKHEHHOCTH JIMHTBAJbHOTO LIMH-
ryjiromMa. DTo 3HaYUT, YTO JIMHTBAJIbHBII LIMHTYJIIOM
M2 nMeeT TeHISHLMIO K YMEHBIICHUIO Y OYPBIX MEJI-
Bezeii, oouratomux B Cubupu un Ha JansHeMm Bocrto-
ke. B monynsumsix U. arctos, oOUTaOIIMX Ha 0-Be XOK-
Kaiino, Hamu 3a()UKCUPOBAHO 3 TeHIEHUMU: C 3amaaa

300JIOTUYECKUM )KYPHAT Tom 103  Ne$

Ha BOCTOK YMEHBIIIAETCS YCIOKHEHHOCTb OKKITIO3M -
aJIbHOM (opMbl (II0OLIAAb AAaBSIIEil TOBEPXHOCTH)
M2; yMmeHblIIaeTcs YCI0XKHEHHOCTh OYKKaJIbHOM (CyM-
MapHO MPOTOKOH, METaKOHYJIb M TOCTMETAKOHYJIb) Ya-
cti M2; B 11eJIoM, TToKa3aTellb yeJIoXHEHHOCTH (151.5)
1 KOJIMUECTBO HauboJiee YCIOKHEHHBIX 3JIEMEHTOB
3y0a (5 13 9) gUCTaHUMPYIOT MeaBeneii, HacesIIoIINX
IIEHTP OCTPOBA, OT OCTaIbHBIX. HecMoTps Ha 3TO,
0 CyMMapHOMY IOKa3aTeso yclIoxkHeHHoCTH (154.2)
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Puc. 2. PacnipenencHue BbIOOPOK MenBeneii B mpocTpaHcTBe nepBbix ABYX ['K. YepHbIit Kpyr — OyphIii MeIBEIb C MaTepUKa,
cepblil TpeyroibHUK — OYypbIil MenBenb ¢ XOKKain0, cepblit poM0 — Oesiblii MeaBenb. byproiit MenBenb: 1 — KaBkas ropHslii,
2 — Kaska3 paBauHHBI, 3 — LleHTp eBpormeiickoit vactu Poccum, 4 — CeBep eBporeiickoit yactu Poccun, 5 — Ypar ce-
BEpHBIIA U cpenHuii, 6 — 3anmangHas Cubupp, 7 — Anraii, 8 — llentpanbaas Cubups, 9 — IIpubaiikanbe, 10 — BocTouHas
Cubups, 11 — Ipumopse, 12 — Kamuarka,l3 — o-B Xokkaiino (3anam), 14 — o-B Xokkaiino (eHTp), 15 — o-B XokKaiiao
(BocToK), 16 — 0-B X0oKKaiiio (6e3 TouHOro jokanuTerta). benbiit Mensenpb: 17 — SIman, 18 — Taitmbip, 19 — Cubupsb (ceBepo-
BOCTOK), 20 — CeBepHblii JlemoBUTHIif OKeaH (0€3 TOYHOTO JIOKAJIMTETA).

U TI0 KOJIMYECTBY 2JIEMEHTOB 3y0a, 001agaloliuxX Har-
0oabIUM ycioxHeHueM (7 u3z 9), Mmensenu ¢ Xok-
Kaiimo uMeloT 0osiee YCIOXKHEHHbIE 3yObl, B OTIMYME
OT MeABeNeii MaTepMKOBBIX monyasauuii. Bce aneMeH-
ThI 3y0a 1 3y0 B 11€JIOM 3HAYUTEJIbHO YCJIOXHEHbI y OYy-
poro MenBens, B OTJIMYME OT Oe10ro Meapens. Y 0eno-
ro MeBelsl reorpauyeckux 3aKOHOMEPHOCTEl He Ha-
OomaeTcs.

CraemaHHbIe HAMU BBIBOJIBI Ha OCHOBE JaHHBIX,
NpUBEAEHHBIX B Ta0d. 7, oTpaxkeHbl rpadudeckKu
Ha puc. 2. AHaAIM3UPYsI MaTPUILy MoKa3aTesle yciaox-
HEHHOCTU M2 MeTOI0M IJIaBHBIX KOMITOHEHT (TaoJ1. §),
MBI HaOJII0HaeM XOPOIIIO TUCTAHIIMPOBAHHYIO OT Ma-
TEPUKOBBIX OYPBIX MeaBeAcH IpymIy OelbIX MeaBeaeH
U MeHee TUCTaHIIMPOBAHHYIO, OMHAKO PACITOIOXEH-
HYIO OTIe/NbHO, IPYIIy OypbhIX MenBenei ¢ Xokkaimao.
VnaneHue BeIOOpPOK Oyporo meapens ¢ Antast u Ilpu-
Oaiikaabsi OT OCTaJbHBIX, HA Halll B3TJIsAA, CBSI3aHO
C MaJIOYMCIIEHHOCTbIO BIOOPKU M OTCYTCTBUEM 3Ha-
YeHU rokaszaresis YCI0XKHEHHOCTH I0 psiiy MpU3Ha-
KOB 3y0a. B 11es10M, MojiydeHHbIe JaHHBIE COTJIACYOTCS
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¢ MoJiekyisipHo-reHeTnueckumu (Korsten et al., 2009;
Lindqvist et al., 2010; Hirata et al., 2013; Bidon et al.,
2014) u kpannomerpuueckumu (bapoiiraukos, 2010;
Baprimaukos, [lyzauenko, 2009) naHHBIMM.

Kaxk yxe orMeudanoch, HaMmu u3ydeHa MOPMOOTUIIN -
yecKasi UBMEHUMBOCTb Pe310B, YETBEPTHIX MPEMOJIS -
poB u M1 y 6ypsix MenBeaeit (Immpanos, KocuHiies,
2017; T'mmpanos, 2018, 2021) ¢ maTepuka u 0-Ba XOK-
Kaiimo. ¥ MenBeneit ¢ 3anagHoi, LeHTpaJlbHOM 1 BOC-
TOUYHOM yacTeil XOKKaiijJo pa3anyaroTcs IoKa3aTean
YCIIOXHEHHOCTH HIDKHMX Pe310B, IIPpeMOJIIpoB 1 M 1.
OIHaKo BUIMMBIX MJIM CTAaTUCTUYECKU 3HAYMMBIX
pa3nuyuii B cTpoeHuu 3y00B U. arctos U3 pa3HbIX ya-
cteit XoKKaiigo HaMu He ycTaHOBJIeHO. B menom, cpe-
I BCEX M3YUYEHHBIX BEPXHUX 3y0OB OYpbIX MeaBeneii
(I1-2, i1-3, P4, p4, M1 u M2) nabaronaercst oo1as
3aKOHOMEPHOCTb HanOoIblIeil YCIOXKHEHHOCTH 3y00B
y MeABeaei, oouTaommx Ha XOKKaimo.

Takum oOpazoM, MojydeHHbIe HAMU pe3yJibTa-
THl B HEKOTOPOM CTEMEeHU MPOTHBOPEYaAT MOJEKY-
JISPHBIM TaHHBIM. JlaHHBIE, MMOJIyYeHHBbIe XUpaToit
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Taﬁ.lmua 8. CoOcTBeHHBIC 3HAYCHMST IJTABHBIX KOMITOHEHT U UX OOBSICHEHHAS Jucriepcuda
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Howmep rmaBHoit kommoHeHTHI (I'K) CoOCTBEeHHOE 3HAaUCHNE O6iuas nucnepcust, %
K1 11754.5 54.5
K2 4011.4 18.6
K3 2464.2 11.4
K4 1779.0 8.2
I'Ks 1313.0 6.1
K6 111.9 0.5
K7 61.7 0.3
K8 43.2 0.2
I'K9 38.2 0.2

c coaBropamu (Hirata et al., 2013), coOoTBETCTBYIOT
YIIOPSITIOYEHHOMY pacipeaeeHUIO JKUBOTHBIX U3 TpeX
pasnuyHbIx ramorpynn MJAHK Ha rore, ceBepo-
BOCTOKE M B LIeHTpe XoKKalmgo. Hamm pe3ynbraTsl
MOKa3bIBalOT, YTO XOKKAI0 3aceéH OypbhIMU MeIBe-
JISIMU, KOTOPbIE IO MOP(OJIOTUN PE3LIOB, YETBEPTHIX
MPEMOJIIPOB 1 BEPXHUX MOJISIPOB CUJILHO TUCTAHIIM -
PYIOTCSl OT OCTaJIbHBIX U3YYeHHBIX HAMU MefBeaeit EB-
pa3uu 1 He pa3fesitoTcsl Ha TPYIIbl BHYTPU OCTpPOBa.
OTuU JaHHBIE HE COOTBETCTBYIOT KAPTUHE YITOPSIIOUCH-
HOTO pacrhpeAeieHus JKUBOTHBIX U3 TPEX pPa3IMYHbIX
ramtorpynn MJIHK Ha 1ore, ceBepo-BOCTOKE U B LIEH-
Tpe XokKaiigo. BeposTHo, oOHapyxXeHHas1 XupaToi
c coaBropamu (Hirata et al., 2013) xkapTuHa pacrpe-
JeJIeHUsI MaTEPUHCKUX JIMHUM OYphIX MeaBeneit XoK-
Kalimo chopMupoBaiach B pe3yjbrate BOCCTaHOBJIE-
HUS TOMYJISIAU U3 TPpeX IPYI OJU3KOPOACTBEHHBIX
CaMOK TTIOCJIe TIPOXOXIEeHUST Oyporo MeaBeast Ha XOK-
Kalizo yepes OyThUIOUHOE TOpJbIIIKO. PaHee ObLIM mo-
JIy4eHbI PE3YIbTaThl MOJIEKYISIPHOTO aHalIn3a OyphIX
MenBeneil ¢ XOKKaiimo, He MPOTUBOpeYaliue 3TOMY
yrBepxneHuto (de Jong et al., 2023).

Panee HaM yganoch yCTaHOBUTH HEKOTOPYIO Ieorpa-
(prueckyo 3aKOHOMEPHOCTh B U3BMEHYMBOCTH CTPOE-
HUST KOPpOHOK pe3noB y U. arctos (ImmpanoB, KocruH-
1eB, 2017). BeipaxkeHHBIX reorpaduyeckKux 3aKOHOMep-
HOCTei B UBMEHUYMBOCTHU CTPOEHUSI KOPOHOK P4 1 M1
y OyphIx 1 OenbIx MenBeaeii He yctaHoBaeHo (Tumpa-
HOB, 2018, 2021). OgHako HaM BHOBb YAaJ10Ch 3auK-
CHPOBaTh HEKOTOPYIO 3aKOHOMEPHOCTh B Teorpaduye-
CKOIf I3MEHYMBOCTU 3y0OOB OYpOro MeaBenst Ha IIpuMe-
pe M2. D10 He YIUBUTENIBHO, T.K. 3y0 SIBJIIETCS CAMBIM
OOJIBLLIMM Y CaMbIM Pa3BUTBIM CPEIU BCEX IIEUHBIX 3Y-
60B. IHTepeceH ¢aKT TOro, UTo pe3libl MeaBeaei oda-
JIal0T OIpeae e HHON N3MEHYMBOCTBIO, KOTOPast MOXET
HaO0JII0AThCSI TOJBKO Y TOCTATOYHO PA3BUTHIX IIEUHBIX
3y00B. DTO 0OCTOSITENILCTBO €llle pa3 MOoAYEepPKUBAET
BaXKHOCTb M3yYEHUS pe3L0B, KOTOPHIM MCCJIEIOBATEIN
YacTo yACISIOT MajJi0o BHUMAHUSL.

Byporo mensenst MOXKHO TOCTOBEpHO nuddepeH-
UPOBATh OT OEIOTO MeIBeAsT Ha OCHOBE CTPOCHMS
M2. JuddepeHIMPYOIMUMI TPpU3HAKAMU SIBJISIOT-
CS BBIpaXKEHHBIE 1 YCIIOKHEHHBIE JOTIOJTHUTEIBHBIMU
3JIeMEHTaMU MapakoH, METAaKOH, TPOTOKOH U TMOCT-
METaKOHYJ/b, a TaKXe Pa3BUThIC JUHTBAIbHBIN IIUMH-
TYJIOM U TaJIOH.

AnantanyoHHble u3MeHeHus B ctpoenun M2. benbiii
MeBeb OTHOCUTEIbHO HEABHO OTAEIUIICS OT Oyporo
menpens (Hailer et al., 2012; Bidon et al., 2014; Lan et
al., 2022), HO 3a KOPOTKOE BpeMsl Mpruoopes 00JbIlIoe
KOJIMYECTBO YHMKAJIbHBIX afalTaliii, B TOM 4YuCJie
B 3yoHoii cucteme (bapbiHukos, 2007). O ObicTpoit
amanTanuu 3y6oB U. maritimus TIpyu Tiepexone K MsICo-
€IICTBY CBUIETEIbCTBYIOT KOMIOIIN, XUIITHUICCKIIA
Bun P4 (Immpanos, 2018), yrpoiieHue (ImoTepsi CTuieit)
M1 (Tumpanos, 2021) u ynpoiuenre M2 (4acTo OTCyT-
CTBYIOT CTUJIM U KOHYJIU, CJIa0ble LIMHTYJIIOMBI, HEe pa3-
BUTBIN MPOTOKOH U TajioH). B ciayyae M2 mbl Hab110-
JlaeM penyKiuio 3yda — rnepexoi OT pa3BUTOM (POpMBbI
(xapakTepHO 1151 Oyporo mMenBensi) K yIpoleHHOI.
ITprurHa TakKX U3MEHEHMI1, Ha HAIll B3I, KPOETCS
B ocJ1a0JIeHUHU KeBaTeJIbHOI Harpy3ku Ha 3y0. PaHee
MBI YK€ YaCTMYHO KacaJuch OCOOCHHOCTE! aganTaiuu
BEpPXHUX 3y0OB Yy O€JIoro MenBenst Mpu Iepexoae K 00-
quratHomy xuinHu4YecTBy (ITumpanos, 2021). IMomnpo-
OyeM ITOIBECTU HEKUIT UTOT U3yYEeHHUST N3MEHINBOCTH
BepxHuX 3yooB U. maritimus. HecMOTps1 Ha YMCTO XUIII-
HUYECKYIO CTPATETUIO TIMTAHMS, 3yObl y TUX MeIBenei
M3MEHSIIOTCSI IO CBOeoOpa3HOMY clieHapuio. Pe3ibl
(I1—2) u KIBIK CTAHOBSTCS O0Jiee TTPUCITOCOOICHHBI-
MM K XUIITHUYeCTBY, ipemolisip (P4) mpuobperaer ko-
JIIOIIMIA BUI, MOJIsipbl (M 1—2) yTpaunBarOT NOMOJHU-
TeJTbHBIC 3JIEMEHTHI, CBSI3aHHBIE C TTIepeKeBBIBAHNEM
MUIIK, CTAHOBATCS 00j1ee mpocThiMU. [1pu 3TOM TOJIBKO
M1 npogsnsier HU3K0e MOpdoJIoTHIecKoe pa3HooOpa-
3M€ U HE BIIMCBIBACTCS B OOLIYIO0 KAPTUHY YBEJIUYEHUS
pe3aTebHbIX (YHKIUI (CBOMCTBEHHBIX MsIcOenam),
HaIpoTuUB, 3y0 yCWJIMBAET AaBAIIYIO (DYHKIIMIO 32 CUET
OT/EJIbHBIX 2JIEMEHTOB.
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DBomonuoHHbie u3mMenennss M2 B pone Ursus. Ko-
POTKO 3BOJIIOLIMOHHAsT ucTopusl pona Ursus onucaHa
Hamu paHee (Iumpanos, 2021), mo3TOMYy OCTaHOBUM-
csl TOJIbKO Ha XapakTepucTuke M2 B MPeIKOBbIX U Ce-
cTpuHcKux ¢popmax. O0oOIIeHHAasd cxeMa 3BOJIIOLN-
OHHOI1 3MeHYMBOCTU M2 B pone Ursus pencraBieHa
Ha puc. 3.

Y M2 U. minimus Deveze et Bouillet 1827 Habmonarot-
Cs1 3HAUUTESILHOE TTPEBOCXOICTBO IO pa3MepaM NapakoHa
HaJl METAKOHOM, TJIaBHbIE Oyrpbl 6€3 JOMOTHUTETbHbIX
3JIEMEHTOB, METAaCTUJIb OTCYTCTBYeT. Takke M2 camoro
MNPUMUTUBHOTO NpeacTtaButens pona Ursus neMOHCTpU-
PYeT NpOCTOil OMHOBEPIIMHHBIN MHOTIA pacyeHeHHbI
MPOTOKOH, POCTOM ONHOBEPIIMHHBII METAKOHYJIb, MTOCT-
METAaKOHYJIb OTCYTCTBYET, ITOYTU OTCYTCTBYET OYKKaTbHbBII
LIMHTYJIIOM, TaJIOH KOPOTKMi 1 ¢1abblii TTPU JOCTAaTOYHO
Pa3BUTOM JIMHTBAJIbHOM LMHTY/IOME (bapblllIHUKOB,
2007). IMonoOHbIe yepThl B cTpoeHUU M1 XapaKTepHbl
U I TipencraButenieit ponga Protarctos Kretzoi, 1945,
KOTOpBIl B mocienHee BpeMst convkaroT ¢ U. minimus,
a MpecTaBuTeIei NOCJeAHErO MOMEIIAIOT B APYTroi pofl
FEuarctos Gray 1864 (Wang et al., 2017). BeireonucanHbie
COCTOSTHHMS TTPU3HAKOB MOXKHO CUUTATh Oa3aJIbHBIMU, ap-
XauuHbIMU 1151 pona Ursus.

U. thibetanus G. Cuvier 1823 neMoHCTpUpYET cia-
00 BoO3BBIIIAIOLIMECS INIaBHbIE OYyrpbl M2, mapakoH

I'MMPAHOB

1 METAKOH OJMHOYHBIEC, IIPOTOKOH I'PeOHEBUIHBIIM,
pacuieHEeHHBbI, METaKOHYJIb pa3BUT OT cjabo3ameT-
HOTO JI0 XOPOIIO BBIPAXXEHHOI'0, UMEETCS JIMHTBaJIb-
HBIIl MUHTYJIIOM U pa3BUThIA TajoH (bapbliHUKOB,
2007). Hamu HeommyOJMKOBaHHBIC TaHHBIC MOATBEP-
KIAKT BBINIEONUCAHHBIE COCTOSHUS TPU3HAKOB,
JIMLIb YTOUHUM, UTO y TUMaJlalicKoro MeaBens B 1ie-
JIOM TUIIOKOH Pa3BUT XOPOIIO, a TUHTBATbHbBII IIH-
T'YJIFOM — IOCTAaTOYHO TJIOXO.

M2 U. americanus Pallas 1780 numeeT rpeOHeBUIHbBIE
MPOTOKOH M METAKOHYJIb, OTHOCUTEIBHO Pa3BUTHIMN
JIMHTBAJIbHBIA LIMHTYJIIOM, Pa3BUTHIN TaJlOH U, B OT-
mmame ot M2 U. thibetanus, HeceT OObIITe TOTOTHM-
TeJIbHBIX OyropkoB (bapeirnukos, 2007). Hamm He-
OITyOJIMKOBAHHbBIC JAHHbBIC TTOATBEPXKIAIOT BHIIICOITH -
CaHHBIE COCTOSIHUS MpU3HaKOB. OTMETUM JIMIIb, YTO
y Oapubaja B 1IeJIOM TUIIOKOH Pa3BUT XOPOIIIO, a IIPO-
TOKOH WHOTAA pacuyjieHeH U MOXET UMETh BEPIIUHY.
HMHoraa npuCyTCTBYIOT HOTIOJHUTEbHBIE OYTOPKU —
METACTUJIb U IIOCTTUITOKOH.

VY U. etruscus G. Cuvier 1823 Ha M2 nmelorcs no-
CTaTOYHO Pa3BUThIE MApPAKOH U METAKOH, JOITOJIHU-
TeJIbHbIe OYTOPKM Ha OYKKaJbHOI YacTU OTCYTCTBYIOT.
JocTtaTouHO 4acTO HAOJI0MAI0TCS XOPOIIO Pa3BUTHIA
JIMHTBAJIbHBII UHTYJIIOM U pacWICHEHHBIN ITPOTO-
KoH (1o: Jiangzuo (Jiangzuo et al., 2019) 3agHs1s1 yacTb

U. minimus

U. thibetanus

Puc. 3. DBomonuonHble TpeobpazoBanust M2 B pone Ursus.
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U. etruscus

/ U. dolinensis
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pacuYJIeHEHHOTO MPOTOKOHA Ha3bIBA€TCSI ME30KOH).
[TouTu Bo Bcex onmMcaHHBIX B IUTepaType Haxonkax U.
etruscus (Mazza, Rustioni, 1992; Bapsinnukos, 2007,
Wagner, 2006; Koufos et al., 2018; Medin et al., 2017,
Jiangzuo et al., 2017; Medin et al., 2019) na M2 nipu-
CYTCTBYET XOPOIIIO Pa3BUThIII METAKOHYJb, HAMHOTO
pexe MPUCYTCTBYET IoCTMeTakKoHyb. M2 U. dolinensis
Garcia et Arsuaga 2001 Mo MHOTUM BbIIIENEPEUNC-
JIEHHBIM TIpu3HakaM cxox ¢ U. efruscus. Cyns mo ory-
O0i1ukoBaHHBIM daHHBIM (Garcia, Arsuaga, 2001), y U.
dolinensis, B otniuuue ot U. etruscus, XOopo1l1o pa3BUT
nocTMeTakoHylb. B ienoMm, crpoenne M2 U. etruscus
u U. dolinensis oueHb CXO0OHO co cTpoeHueM M2 U.
arctos.

M2 U. deningeri von Reichenau 1904 umeert pa3s-
BUTbIE U 0€3 AOIMOJHUTEIbHBIX 3JIEMEHTOB MapakKoH
U1 METAaKOH, BBIPAXKEHHBII METaCTUJIb, pacUJICHEHHBIA
IMPOTOKOH, XOPOIIIO BEIPAXKEHHBIN METAKOHYJIb M 4aCTO
JOCTATOYHO Pa3BUTHII MOCTMETAKOHYJIb. JIMHTBaJIb-
HBII LIMHTYJIIOM Pa3BUT B Pa3HOM CTEIIEHU OT IJIOXO
BBIPAKEHHOTO IO CHJIBHOTO, Yallle IIMHTYJIIOM Pa3BUT
B cpenHeit creneHu (bapweimHukos, 2007; Rabeder,
1999; Rabeder et al., 2009; Wagner, Cermak, 2012).
Takoe ke ctpoeHue M2 1eMOHCTPUPYET KaBKa3CKUI
newepHblit MeaBenb U. kudarensis Baryshnikov 1985
(bappimHukos, 2020), oTIMYaOIIMACI OT MEIBEAS
JeHnHTEepa TOJBKO HAJIWYKMEM B ITOJIOBUHE CIydaeB
npemerakoHa (Me: Mopdotun A2).

bonee ycnoxHeH M2 nonmoaHUTEeIbHBIMUA OyrOopKa-
MU y Majoro nemepHoro mensenst U. rossicus Borissiak
1930. ¥ sroro Buaa Ha M2 npUCYTCTBYIOT NMapacTUJib
(Pa: mopotun A3), MeTacTWIb, METaKOHYJIb, IIOCTME-
TaKOHYJIb (MHOTAA JOCTAaTOYHO pa3BUTHIN: MOP(OTUIL
C) u penko npemerakoH. Takke M2 U. rossicus nmeet
pacUYJICHEHHbII TTPOTOKOH U CPEIHIO CTEeNEeHb pa3-
BUTOCTHU JIMHTBajJibHOro HuHryawoMa (bopucsxk, 1932;
Hallli HEOIyOJIMKOBaHHbIE JaHHBIE).

Hnst 6onpiux nemepHbix Meapeaein (U. spelaeus
sensu lato) B 1LIeJIOM XapaKTepHO OoJiee IPOCTOe CTPO-
enne M2, B otmnune ot U. kudarensis n U. rossicus.
Y GoablIMX MelepHbIX MeaBeneit Ha M2 pUCyTCTBY-
IOT TTapakoOH, METaKOH, METaCTUJIb, METAKOHYJIb U T10-
CTMeTaKoHYJIb. [IpOTOKOH pacujieHeH, JUHTBaJbHbII
LIMHTYJIIOM pa3BUT B cpenHeii creneHu (Baryshnikov,
1998; Rabeder, 1999; baprbiinukos, 2007; Hallu HeO-
nyOIrMKoBaHHBIE JaHHBIE). I1o onmmcaHHBIM B 3TOI pa-
0oTe Mmpu3HaKaM cTpoeHrue M2 OOJIbIINX TTeIIePHbBIX
MeIBeeit T0CTaTOYHO CXOMAHO ¢ TaKOBBIM Y U. deningeri.

Crpoenune M2 nneiicroueHoBoro U. arctos (Rabeder
et al., 2009; Baryshnikov, 2010; Marciszak et al., 2019;
Hally HaOM0AeHUs), KOTOPOTrO MHOTAA BBIACISIOT
B oTAeNbHbIN ntonBua U. a. priscus, CXOTHO C TAKOBBIM
y U. dolinensis. Ha M2 uMeroTcst mnapakoH U MEeTakKoH
0e3 JOMOJHUTENbHBIX 3JIEMEHTOB, pacUJeHEeHHbBIN
MPOTOKOH, METAKOHYJIb, MOCTMETAKOHYJIb U pa3BU-
THIi B CpelHEl CTeNeHU (MHOTIAa XOPOIIO Pa3BUThIN)
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JIMHTBaJIbHBIM HUHTYII0OM. O00OIIEeHHbII BapuaHT
ctpoeHus M2 coBpemenHoro U. arctos icxons 3 TaH-
HBIX, TTOJIYYEHHbBIX B 9TOM MCCJIEI0BaHNM, MOXHO OXa-
paxkTepu3oBaTh cieayoiuM oopazom. Ha M2 umeror-
cs MapakoH U MeTaKOH 0e3 JOMOJHUTEIbHBIX 3JIEMEH -
TOB, PaCWIEHEHHbIN WIX HEPaCUJIEHEHHbIN MPOTOKOH
C BEpILIMHOI, METAKOHYJIb M PA3BUTBIM B pa3HOM CTe-
neHu (2—3 Gajja) JMHIBaJIbHBIN UIMHIYIIOM. Takum
o0pa3oM, TUIeHCTOeHOBBIN U. arctos oTandaeTcs
OT COBPEMEHHOI'0 HaJIMIMEeM TTOCTMETaKOHYIISI, KO-
TOPBII Yy MEPBOTO €CJIM U Pa3BUT, TO 3a4acTylO OYeHb
moxo. CoBpeMeHHbIN U. maritimus oTan4aeTcs: OT CO-
BpeMeHHoro U. arctos cnadbo pa3BUTBIM TaJJOHOM, MOJI-
HBIM OTCYTCTBUEM IMOCTMETAKOHYJSI, OUeHb CIa0bIM
JIUHTBAJIBHBIM LIUHYJIIOMOM U TPeOHEBUIHBIM, Hepac-
YJIEHEHHBIM IIPOTOKOHOM.

TakuM o6pa3oM, OCHOBHBIMU 2JeMeHTaMu M2,
KOTOpBIE BapbUPYIOT B SBOJIOIIMOHHOM MacIiTabe
y nipeAcTtaBuTeneii pona Ursus, SIBISIIOTCS TTapacTUb,
METaCTUJIb, PACUIEHEHHOCTb (HajJMuue Me30KOHa)
MPOTOKOHA, TTOCTMETAKOHYJIb U JIMHIBAJIbHBIN LIWH-
ryaoM. OTCyTcTBUE WM claboe pa3BUTHUE CTUIICH,
TaK e KaK U MOCTMETAKOHYJISI, SIBJISIETCSl apXaludyHbIM
cocTosiHUeM. Takke apXauuHbIM COCTOSTHUEM SIBJISIET-
Cs1 XOPOIIIO PAa3BUTHIA JMHTBAIIbHBINA LIMHTYJIIOM U pac-
YWICHEHHBIM MPOTOKOH C HECKOJBKUMU BEPIITMHAMMU.
Hanmane xopoIro pa3BUTHIX CTUJIEH M ITOCTMETAKO-
HYJIS1 SIBJISIETCSI TIPOTPECCUBHBIM COCTOSIHUEM MpPU3HAa-
KOB, TaK e KaK W penylupOBaHHbIN LIUHTYJIIOM U Ofl-
HOBEPIUIMHHBIN, HepacuJleHEeHHbII MPOTOKOH. ba-
3aJbHbIC, MIPUMUTUBHBIE COCTOSIHUSI IEMOHCTPUPYET
M2 U. minimus v U. thibetanus (puc. 3). HeckojbKo
nporpeccuBHee BuISIAUT U. americanus. Bee nemep-
nele measenu (U. kudarensis, U. rossicus n U. spelaeus,
B T.4. U. deningeri) BbIIJISIOAT JOCTATOYHO MPOrPECCUB-
HO, 00J1azast psiioM MPOTPECCUBHBIX TTPU3HAKOB. Tak-
K€ IOCTAaTOYHO MPOTPECCUBHBIM BBIJISIIUT CTPOCHUE
M2 coBpemeHnHbIx U. arctos v U. maritimus. Han6omb-
11ee KOJMYECTBO MPOrPeCCUBHBIX YePT HAOII0daeTCs
y U. maritimus. DTo MOXeT OOBSICHSITBCSI pE3KUM TIepe-
XOIIOM OT BCESITHOTO WUIM JaXkKe TPaBOSAHOTO THIIA TTH-
taHus (OypbIii MenBenb) K O0IUTaTHOMY XUIIIHUYECTBY.
V nelepHbIX ke MeaBeneii 3To 00bsICHSIETCS TTy00KOit
crieliManu3almeii 3y0oB K UCKJIFOUUTETbHO PaCTUTE b-
HOI1 nuie. B 3BOJIIOLIMOHHOM OTHOILIEHUN U3MEHUM -
BocTh M2 y nipencraButesieid pona Ursus BBITISIAUT 10-
CTaTOYHO BBICOKOI, 110 cpaBHeHMIO ¢ M1 (I'mMpaHOB,
2018), 1 HECKOJIbKO CX0XKa C BBICOKOM M3MEHYMBOCTHIO
TIPEMOJISIPOB.

SAKJIIOYEHUE

st BToporo BepxHero moJjisgipa M2 6yporo u 6e-
JIOrO MeIBeIei BBIICJICHO U OMUcaHoO 9 MpU3HAKOB,
00J1a1a101IMX U3MEHUYMBOCTbBIO: TOIIOJHUTEIbHbIE OY-
TOPKU Ha MapakoHe U MeTaKOHe, HaJInyle MeTacTH-
JIsI, pacuJieHeHWe MPOTOKOHA (HaJlu4yne MEe30KOHA),
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HaJIMYME W Pa3BUTOCTh METAKOHYIIS M TTOCTMETAaKOHY-
JIsl, pa3BUTOCTh OYKKaJbHOTO W JUHTBAJIbHOIO LIWH-
TYJIOMOB, Pa3BUTOCTb TaJIOHA, COMpPSIKEHHast ¢ hop-
MO OKKJTFO3MAJIBHOM TTIOBEPXHOCTH 3y0a.

OOHapy:xeHa eIMHCTBEHHas reorpaduyeckast 3a-
KOHOMEPHOCTb B UBMEHYMBOCTU BBIIEJICHHBIX TPU-
3HaKOB M2: y MaTepukoBbIX U. arctos 3T0 yMeHbIIIEHUE
JIMHTBAJILHOTO LIMHTYJIIOMA C 3aliajia Ha BOCTOK. Y I10-
nynasuuii U. arctos ¢ XOKKaiio oTMe4YaeTcsl yMeHbIIeHUe
tajjoHa M2 ¢ 3anama Ha BOCcTOK. JIJ1s1 Oyphix MenBeneit
¢ XOKKaiiio xapaKTepHbl BbICOKIE 3HAYEHMS IToKa3aTe-
JISL YCIIO(KHEHHOCTH B OTJIMYKE OT MAaTEPUKOBBIX TTOITYJISI-
A, YCIIO)KHEHHBIMI B OCHOBHOM SIBJISTIOTCSI 9JIEMEHTHI
JIMHTBaJIbHOTO OTes1a 3y0a. B 1ieniom, M2 y 6yporo u 6e-
JIOTO MeIIBENEH SIBISICTCS TOCTATOYHO U3MEHUUBBIM 3Y-
6owMm, 110 cpaBHeHUIO ¢ M 1. Bricokas m3meHunBOCTHL M2
COMOCTAaBMMa C TAKOBOI1 B IpeMoIsipax.

byporo MmenBenss MoxHo nocToBepHO nuddepeH-
LIUpOBaTh OT OEJIOTO MeABeNsi Ha OCHOBE CTPOEHMUS
M2. IlpusHakamu, xapaktepHbiMu as U. arctos, s1B-
JISIOTCS: AOTIOJIHUTENIbHbBII OYyTOpOK Ha MOCTepUalb-
HOM TpeOHe MapakoHa, MpeMeTakoH, Oyropok B 3a/l-
Hel yacTu MpOTOKOHA (ME30KOH), BhIPpaXXEHHbBIH I10-
CTMETAaKOHYJIb, Pa3BUTHII JUHIBAJIbHBINA LIUHTYJIIOM
U pa3BUTHINM TajoH. [Ipu3HakamMu, xapaKTepHBIMU
mist U. maritimus, siBAsS0TCS TpeOHeoOpa3Hbiii (6e3
BEePUIMH Y YIEHEHUS) TIPOTOKOH, Oe3BepIIMHHBIMI
MEeTaKOHYJb, Hepa3BUThIN (Caa0bIi) TUHIBaJbHBII
LIMHTYIIOM Y HaJIMUMe U3TH0a OKKITIO3UaIbHOI (hop-
MbI B oOsiacTu TasioHa. U. maritimus siBisieTcsl TIOYTU
MOJIHOCTBIO OOJIMTaTHBIM XUIITHUKOM. M3MeHeHne M2
CBSI3aHO C IlepexonoM Ha Muodaruio. 3y0 peaynupy-
eTCsl — yTpauuBaeT, B TIEPBYIO ouepeab, BTOPOCTEIEeH-
HbIE 2JIEMEHTBI U COKpAILIAeT AABSIILYI0 TOBEPXHOCTh
3a CYET TaJIOHA.

B 5BOJIIOLIMOHHOM OTHOILLIEHUU M2 y mpeacTaBu-
Teneit pona Ursus ob6i1amaeT 3aMeTHOM M3MEHYUBO-
cTbhlo. OCHOBHBIMU BJIeMEHTaMM 3y0a, KOTOphbIe Ba-
PBUPYIOT B 3BOJIIOLIMOHHOM MacluTtade, SBISIOTCS
napacTujib, METaCTWUJIb, PACUJIIEHEHHOCTh (Haluuue
ME30KOHAa) MTPOTOKOHA, MOCTMETAKOHYJIb 1 IMHI'BaJIb-
HBI LIMHTYJIIOM. ApXauuyHbleé COCTOSIHUS TpU3Ha-
KoB neMoHcTpupyetr M2 U. minimus u U. thibetanus.
Hecxkonbko niporpeccuBHee BuIDISIAUT U. americanus
BHYTpU noapona Fuarctos. Bce meliepHble MeaBeau
(U. deningeri, U. kudarensis, U. rossicus n U. spelaeus)
001a1a10T PAIOM MPOTrPECCUBHBIX MPU3HAKOB. Takxke
JIOCTaTOYHO MPOTrPECCUBHBIM BBIIVISIAUT CTpoeHue M2
coBpeMeHHBbIX U. arctos u U. maritimus. Haubosnblree
KOJIMUYECTBO MPOIrPECCUBHBIX yepT HabaogaeTcsa y U.
maritimus. B 3BOJIIOLIMOHHOM OTHOILIEHUN U3MEHYM -
BocTbh M2 y npencraButeseii pona Ursus BBITISIANT 10-
CTaTOYHO BBICOKOH M OTpaxkaeT OCHOBHbIE (DUIOTEHE-
TUYECKUE HampaBJIeHUSI.
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ABTOp MpuU3HaATEIEH KOJJIEKTUBY JabopaTOPUM Tepuo-
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HOCOBa, KOJUJIEKTUBY JJabOpaTOpuu TEPUOJOTUU 300-
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my3eem UBPuXK YpO PAH H.T. Epoxuny, cotpynHu-
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num: F. Takaya u M. Kato (Botanic Garden, Field Science
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COBJIIOAEHUE OTNYECKHUX CTAHIAPTOB

CoOTBeTCTBUE MCCICIOBAHMS MEXIYHAPOTHBIM 3THU-
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TyTa DKOJOTUU pacTeHnit 1 XuBOTHLIX YpO PAH 1o 6uo-
stuke (BeImrcka u3 [1potokoma Ne 13 3acemanus Komuc-
cum ot 1 HostOps 2022 1.).

«JlomycTUMO UCIIOJIb30BaHUE COTpyaHUKamu M-
PrK YpO PAH B cBoux uccienoBaHUsIX U B OCHOBaH-
HBIX Ha HUX MYOJIUKALUSIX KOJUIEKIIMOHHBIX (MY3€HHBIX)
MaTepuajioB 0¢3 MPOIEAYPHl OTACIBHOIO OOCYXKICHMUS
U paCCMOTPEHUS] KOHKPETHBIX 3asBOK Ha UCCAENOBaHUS
C MCTIOJIb30BaHNEM TaKMX MaTEepUaJiOB, IIPU YCIOBUMH,
YTO TaKMe MaTepuabl MOCTYNUJIU (IETMOHUPOBAHDI)
B hOHIBI KOJUIEKIINI (My3eeB) paHee JaThl CO3MaHUs
B UBPuX YpO PAH Komuccun no 6uoatuke (1.€. pa-
Hee 14.05.2020).

KOH®JIMUKT MHTEPECOB

Kak aBTOp maHHOI pabOTHI, s 3asIBJISIIO, UYTO Y MEHSI
HET KOH(MJINKTa MHTEPECOB.

Ne8 2024



MOPOOTUITNYECKAA XAPAKTEPUCTUKA BTOPOI'O BEPXHEI'O MOJIAPA

CITMCOK JIUTEPATYPbI

bapviunuxos I @., 2007. Mensexnsu (Carnivora, Ursidae).
(®ayna Poccun 1 cornpenenbHbIX CTpaH. MIIeKOIH -
taromue. T. 1. Beim. 5). CIT6.: Hayka. 541 c.

Bapoiunuxos I D., [lyzauenko A. 0., 2009. Kpanuome-
TPpUYECKOE Pa3HOOOpa3ue OCTPOBHBIX MOMYJISILINIA
oyporo Mmensens (Ursus arctos, Carnivora) ¢ XoKKaii-
1o, Caxanuna u FOxuHbix Kypun // Tpyasr 30051, uH-
ta PAH. T. 313. Ne 2. C. 25—48.

Bapoviunukos I ., 2010. U3sMeHYMBOCTb MOPGOMETPH-
YeCKUuX Ipu3HakoB Oyporo Mmensens (Ursus arctos)
EBpasum Bo BpeMeHU U TIpocTpaHCTBe // Marepua-
a6l IV MexayHaponHoit MAMOHTOBOM KOH(MEPEHIINH.
Axyrck, 2010. C. 115—121.

bapoviunuros I’ D., 2020. KpynmHble MJIEKOITUTAIOIINE KY-
nmapcKoii tuieiictoieHoBoi (payHnl KaBka3za. CII0.:
Hayxka. 400 c.

bopucsax A.A., 1932. HoBas paca memepHOTO MeIBeIs
13 YeTBEpTUIHBIX oTioxeHnid CeBepHoro Kaska-
3a // Tpynsl [1aneo3oomormaeckoro mHCTUTYTA. T. 1.
C. 137-201.

Tumpanos /1. 0., 2018. Mopdotunmyeckasi XxapaKTepu-
CTUKA YeTBEPTHIX IpeMoJisapoB O0yporo (Ursus arctos)
u 6enoro (Ursus maritimus) menseneit (Carnivora,
Ursidae) // 3oomornmueckuit xypHan. T. 97. No 2.
C. 205-223.

Tumpanos /1. O., Kocunuyes I1.A., 2017. MopdoTunude-
cKasi UBMEHUYUBOCTh pe3uoB oyporo (Ursus arctos)
u o6enoro (Ursus maritimus) menseneit (Carnivora,
Ursidae) // 3oonornueckuii xypHai. T. 96. Ne 5.
C. 547-562.

Tumpanos /JI. 0., 2021. MopdoTunuueckas xapakre-
pUCTHKaA MepBOTro BepxHero moJisipa (M1) 6yporo
(Ursus arctos) v 6enoro (Ursus maritimus) Menseaei
(Carnivora, Ursidae) // 3oo10oru4eckuii XypHai.
T. 100. Ne 7. C. 809—822.

Baryshnikov G., 1998. Cave bears from the Paleolithic of
the Greater Caucasus // Quaternary Paleozoology in
the Northern Hemisphere. Saunders J.J., Styles B.W.,
Baryshnikov G.F., eds. Illinois State Museum Scien-
tific Papers. Springfield. P. 69—118.

Baryshnikov G. F, 2010. Late Pleistocene brown bear (Ur-
sus arctos) from the Caucasus // Russ. J. Theriol. V. 9.
No 1. P. 9—17.

Bidon T., Janke A., Fain S.R., Eiken H.G., Hagen S.B.,
et al., 2014. Brown and polar bear Y chromosomes
reveal extensive male-biased gene flow within brother
lineages // Mol. Biol. Evol. V. 31. P. 1353—1363.

de Jong M.J., Niamir A., Wolf M., Kitchener A.C., Lecomte
N., et al., 2023. Range-wide whole-genome rese-

quencing of the brown bear reveals drivers of intraspe-
cies divergence // Comm. Biol. V. 6. P. 153.

Garcia N., Arsuaga J. L., 2001. Ursus dolinensis: a new spe-
cies of Early Pleistocene ursid from Trinchera Dolina,
Atapuerca (Spain) // Earth and Planetary Sciences.
V. 332. P. 717-725.

300JIOTUYECKUM )KYPHAT Tom 103  Ne$

117

Hailer F., Kutschera V.E., Hallstrom B.M., Klassert D.,
Fain S.R., et al., 2012. Nuclear genomic sequences re-
veal that polar bears are an old and distinct bear line-
age // Science. V. 336. P. 344347,

Hammer O., Harper D.A.T., Ryan P.D., 2001. Paleonto-
logical Statistics Software Package for Education and
Data Analysis // Palacontologia Electronica. V. 4.
Ne 1. P. 1-9.

Hirata D., Mano T., Abramov A.V., Baryshnikov G.FE., Ko-
sintsev P.A., et al., 2013. Molecular phylogeography
of the brown bear (Ursus arctos) in Northeastern Asia
based on analyses of complete mitochondrial DNA se-
quences // Mol. Biol. Evol. V. 30. P. 1644—1652.

Jiangzuo Q., Liu J., Wang Y., Jin C., Liu S., et al., 2017.
New materials of Ursus etruscus from Jinyuan cave

of Luotuo Hill, Dalian and a brief review of Ursus cf.
etruscus in China // Quat. Sci. V. 37. No 4. P, 828—837.

Jiangzuo Q., Liu J., Chen J., 2019. Morphological homol-
ogy, evolution, and proposed nomenclature for bear
dentition // Acta Palaecontologica Polonica. V. 64.
Ne 4. P. 693-710.

Korsten M., Ho S.Y.W., Davison J., Pahn B., Vulla E.,
et al., 2009. Sudden expansion of a single brown bear
maternal lineage across northern continental Eurasia
after the last ice age: A general demographic model for
mammals? // Mol. Ecol. 18: 1963—1979.

Koufos G.D., Konidaris G.E., Harvati K., 2018. Revisiting
Ursus etruscus (Carnivora, Mammalia) from the Early
Pleistocene of Greece with description of new materi-
al // Quat. Int. V. 497. P. 222—-239.

Lindqvist C., Schuster S.C., Sun Y., Talbot S.L., Qi J.,
et al., 2010. Complete mitochondrial genome of
a Pleistocene jawbone unveils the origin of po-
lar bear // Proceedings of the National Academy of
Sciences. 107(11). P. 5053—5057.

Mazza P, Rustioni M., 1992. Morphometric revision of the
Eurasian species Ursus etruscus Cuvier // Palaeontogr.
Ital. V. 79. P. 101—146.

Marciszak A., Schouwenburg C., Lipecki G., Talamo S.,
Shpansky A., et al., 2019. Steppe brown bear Ursus
arctos “priscus” from the Late Pleistocene of Eu-
rope // Quat. Int. V. 534. P. 158—170.

Medin T., Martinez-Navarro B., Rivals F., Madurell-
Malapeira J., Ros-Montoya S., et al., 2017. Late Vil-
lafranchian Ursus etruscus and other large carnivorans
from the Orce sites (Guadix-Baza basin, Andalusia,
southern Spain): Taxonomy, biochronology, paleo-
biology, and ecogeographical context // Quat. Int.
V. 431 B. P. 20—41.

Medin T., Martinez-Navarro B., Madurell-Malapeira J.,
Figueirido B., Kopaliani G., et al., 2019. The bears from
Dmanisi and the first dispersal of early Homo out of
Africa // Scien. Rep. V. 9. Ne 17752.
https://doi.org/10.1038/s41598-019-54138-6

2024



118 I'MMPAHOB

Rabeder G., 1999. Die Evolution des Hohlenbarengebiss-  Wagner J., Cermak S., 2012. Revision of the early Mid-

es // Mitt. Komm. Quartirforsch. Osterr. Akad. Wiss. dle Pleistocene bears (Ursidae, Mammalia) of Cen-

V.11 P 1-102. tral Europe, with special respect to possible co-occur-
Rabeder G., Pacher M., Withalm G., 2009. Early Pleisto- rence of spelaeoid and arctoid lineages // Bull. Geos-

cene bear remains from Deutsch-Altenburg (Lower ci. V. 87. P. 461—496.

Austria) // Mitt. Komm. Quartérforsch. Osterr. Akad. i ) .

Wiss. V. 17. P. 1—135. Wang X., Rybczynski N., Harington C., White S., Tedford R.,
Wagner J., 2006. A list of craniodental material of Pliocene 20.]7‘ A bas'al ursm(.a bear (Protar ct.os absir usus ) from the

ursids (genus Ursus) in the collection of Naturhistor- Pliocene High Arctic reveals Eurasian affinities and a diet

isches Museum Basel. Emotquovixr} Enetnpida tou rich in fermentable sugars // Scien. Rep. V. 7. Ne 1.

Tunuatog lewroyiog (AIIO). 98. 127—140. https://doi.org/10.1038/s41598-017-17657-8

MORPHOTYPIC CHARACTERISTICS OF THE SECOND UPPER
MOLAR (M2) OF THE BROWN (URSUS ARCTOS) AND POLAR
(URSUS MARITIMUS) BEARS (CARNIVORA, URSIDAE)

D. O. Gimranov*
Institute of Plant and Animal Ecology, Ural Branch, Russian Academy of Sciences, Yekaterinburg, 620144 Russia

*e-mail: djulfa250@rambler.ru

The structure of the second upper molar (M2) of brown (Ursus arctos) and white (U. maritimus) bears was
studied, with 9 polymorphic characters identified, and their descriptions given. A west to east geographic
pattern was discovered in the variability of the lingual cingulum M2 in continental U. arctos. In island
populations of U. arctos, there is likewise a decrease in talon M2 observed from west to east. In general,
M2 in brown and polar bears is a rather variable tooth. The brown bear can be reliably differentiated
from the polar bear based on the structure of M2 based on 6 characters. Changes in the structure of M2
in U. maritimus is associated with the transition to myophagy. The tooth is reduced, first of all losing its
secondary elements and reducing the pressing surface due to the talon. Utsus maritimus has the largest
number of progressive features among ancient and modern members of the genus Ursus. In evolutionary
terms, the variability of M2 in members of the genus appears to be quite high, reflecting the main
phylogenetic directions.

Keywords: bear, teeth, molar, variability, morphotypes, species differentiation, evolution
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