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BBEJIEHHUE

[To3BOHOYHBIH CTONO SIBISETCA YHUKAIBHON CTPYKTYpOH, KOTOpas Jajia Ha3BaHUE IIEIOMY
noATHIY XKUBOTHBIX — [lo3BoHouHble (Vertebrata). B coBpemeHHO# (ayHe K HUM OTHOCSITCS
OecyenmtocTHpIe (MUHOTH U MUKCHHBI), PBIObI, aM(UOUHN, PENTUINN, ITUIBI M MJICKOTTMTAIOIIHE.
[To3BOHOYHMK SIBISIETCS OMOMEXaHWYECKOW OCHOBOM BCEro Tejla MO3BOHOYHOTO >KMBOTHOTO.
AnantuBHas crienr(uKa MO3BOHOYHUKA, BBIPAKEHHAS B MPOMOPIHIX OTIEIOB MO3BOHOYHOTO
cTon0a ¥ peruoHaIN3aluu MOJBMKHOCTH B MEXKIO3BOHKOBBIX CyCTaBaX, HAMpPSMYIO CBsi3aHa C
OCOOCHHOCTSIMU JIOKOMOIIMH, B3aWMOJICHCTBUSAM CO CpelAod OOWTaHWS W CIOCOOOM IMMHUTaHUS.
Cnenmndurka MO3BOHOYHMKA OMNpENENseT IUIaBaHhUEe phI0O C OOKOBHIMH (BIIPAaBO U BIIEBO)
JIBUKCHUSIMH U TUUIaBaHHE MIIEKONHUTAIOIIMX C CAruTTalIbHBIMU (BBEPX M BHU3) JBIKEHUSMU
TYJIOBHUIIA; CIOCOOHOCTH COB BPAI[aTh TOJIOBY OTHOCUTENBHO TynoBHUIIAa Ha 360 rpagycoB, yMeHHE
[aresib MCIOJIb30BaTh IICK0 C TOJIOBOW Kak rapiyH JUisi YIapoB MO 00bIYe, THOKOCTh 3MEH,
CIOCOOHBIX OOBUBATHCS BOKPYT KEPTBHI U T.21. HO crienmanu3anus mo3BOHOYHKKA, 3TO HE BCETIa
YBEIMYEHUE MOABMKHOCTU. Hampumep, moYTH MOIHAs MOHOJIUTHOCTh B TYJIOBUIIHOM 4YacTH
MO3BOHOYHMKA MTHUIl U HEKOTOPBIX JIETYYNX MBIIIEeH — BaXKHEWIIas agantanus, Heooxoqumas Asis
SHEPreTHYeCKU FPPEKTUBHOTO MOJETA.

[T03BOHOYHHK COCTOUT U3 OOJIBIIIOTO YKCIIA TO3BOHKOB, TPYTIIHI KOTOPBIX MPUHATO Y aMHUOT
00BEAVHATE B OT/IEIIbI: IICHHBINA, TPYIHOMN, TOSICHUYHBIN, KPECTIIOBBIN, XBOCTOBOMU. JIJIs Ka)10T0
OTJIeNIa XapakTepHa CBOs popMa MO3BOHKOB, YTO OMPEAEISETCS BHIMOTHIEMBIMUA YTHM OTAEIOM
¢byHKIHsIMA. Bce TMO3BOHKH COEIMHEHBI MEKIIO3BOHKOBBIMU CyCTaBaMH. MEKITO3BOHKOBEIE
CyCTaBbI CITOCOOHBI K IBIYKEHUSM B TPEX MJIOCKOCTSIX, YTO TTO3BOJISIET OCYIIECTBIIATH KaK MTPOCTHIC
JBUKEHHUSI B OIHOM IJIOCKOCTH, TaK M OYEHb CIOXKHBIE, MPEICTaBISIONINE cO00W coueTaHue
MOJIBM’KHOCTU B JIBYX WM TpeX IUIOCKOCTAX. OTHeabl MO3BOHOYHHMKA CHEIUATU3UPOBAHBI Y
MJICKOMTUTAIONIMX IS BBIMONHEHUS pa3nuuHbiX ¢QyHKmwid. Crenuduka TOABHKHOCTH
MO3BOHOYHHMKA, HECOMHEHHO, BXOJIWT B aJaNTalMi0 K TOMY WIH HHOMY O0Opa3zy »XHW3HH, HO
(bakTUYeCKUX CBEACHU Ha ATOT CUET KpaliHe MaJlo U3-3a TPYAHOCTH MOJTy4YEeHHUS KOJTUMYECTBEHHBIX
JTAHHBIX 110 MEXMO3BOHKOBOU MOABUKHOCTH.

AKTYaJIbHOCTh TeMbI HCCJIeI0BaHHUA. [[0ABMKHOCTH MO3BOHOYHOTO CTONOA SIBISETCS
ouomexanudeckuM (yHgamenToMm Tena. [oABMKHOCTH M€ OOEeCIeYrMBaeT B3aWMOICHCTBUE
MO3BOHOYHBIX )KUBOTHBIX CO CPeIoif 0OMTaHUs, B TO BpeMs KakK TyJOBHUIIIHAS YaCTh IO3BOHOYHUKA
AKTUBHO 3aJICHCTBYyeTCS BO BpeMsl JIOKOMOIMH. MeToaudeckasl pa3paboTka MEXaHHCTUYEeCKOU
MOJIETH JJIsI pacyeTra TOABMKHOCTH TO3BOHOYHMKA HAIlCJICHA HAa TO, YTOOBI KOJWYECTBEHHO
OLICHUTh AMIUIMTYJbl MOABM)KHOCTH B MEXKIIO3BOHKOBBIX CyCTaBax Yy IMIHPOKOrO Kpyra
COBPEMEHHBIX M HCKOMaeMbIX (opM. DTO MO3BOJIUT PACHIUPUTH 3HAHUS 00 M3MEHYHMBOCTHU
MOJIBMKHOCTH, €€ MPUYPOUECHHOCTH K Pa3TUIHBIM (PYHKIIMOHAILHBIM MOJPA3ICICHISIM CITUHBI, €€
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B3aMIMOCBSI3U C APYTUMU MOP(OIOTHUECKUMH XapaKTEPUCTUKAMU, pa3MepaMu, JTOKOMOTOPHON U
HKOJIOTUYECKOM crieru(UKON, B YaCTHOCTH, KOITBITHBIX.

CreneHp pa3pa0oTaHHOCTHM TeMbl HMcciaeAoBaHMs. lccnenoBanus NOIBHKHOCTH
MEKIO3BOHKOBBIX CyCTaBOB KpaifHe CI0KHBI U3-32 IBYX OCHOBHBIX MpobieM: (1) HeoOXxoaumocTu
TOYHOH (PUKCALMK YIIIOB OTKJIOHEHHUS MO KAXKIOW M3 TPEX COCTABISAIOMIMX MEKIO3BOHKOBOM
MOJBMKHOCTH, (2) caMoil cenu@UKU MO3BOHOYHMKA, KOTOPHI COCTOMT M3 OOJBIIOro 4ucia
ME)KIO3BOHKOBBIX CYCTaBOB, CKPBITBIX IITyOOKO B MATKHUX TKaHAX. M3-3a 3TUX TEXHMYECKHX
npoOieM OXBaT M3YYCHHBIX B OTOM AaCHEKTe IMO3BOHOYHBIX JKUBOTHBIX, HECMOTpPS Ha
MPOJIOJKUTENBHYI0 UCTOPHUIO MCCIICIOBAHUM, OCTAETCSl KpAalHE HE3HAYUTENbHbIM. Paznuuusa B
WCIIOJIB3YEMBIX TIOJX0/IaX W JU3aifHe AKCIIEPUMEHTOB MEIIAET MPSMOMY CPaBHEHHIO JIaXXe HE
OYEHb MHOTOUHCJICHHBIX HAKOIJICHHBIX 1aHHBIX.

[TepBbie pabOTHI, B KOTOPBIX MPUBOASTCS JAHHBIE O TOABMYKHOCTHU IMO3BOHOYHHUKA OTHOCSTCS
K Hayarmy XX Beka. MI3Ha4anbHBIH HHTEPEC K MOIBUKHOCTH ITO3BOHOYHOTO cT0J10a OBLI CBS3aH CO
cimaont uvenmoBeka (Fick, 1904, 1910, 1911). IlepBbiM H3BECTHBIM aBTOPY HCCIICIOBAHUEM
MOJBMKHOCTH B MEKIIO3BOHKOBBIX CYCTaBax y pa3IMYHBIX aMHHOT Obljla PEBOJIIOIUOHHAS IS
cBoero BpeMeHu pabora b. 3apauka (Zarnik, 1926). B cepenune XX Beka mpoHCXOAUT B3PHIBHOU
POCT 4HMCla MEIUIMHCKUX HUCCIEAOBAHUI MOABMKHOCTH MMO3BOHOYHHMKA Y YEJIOBEKA B CBA3U C
pazBuTHEM opTorneaun U umruiantonoruu (cM. White & Panjabi, 1990). B xonme XX Beka
JIOMAITHUX TAPHOKOMBITHBIX HAYMHAIOT HCIOJIB30BaTh B KAue€CTBE MOJEIHHBIX OOBEKTOB B
MEIMIIMHCKUX  HUCCIIEOBaHUAX  (BKJIIOYash  HMCCIEAOBAaHUS  MEXaHMYECKUX  CBOMCTB
MEXI1103BOHKOBBIX MMILTaHTOB) (Wilke et al., 1997a, B, 2011; Kumar et al., 2002; Busscher et al.,
2010). 3oonoruueckue HCCIEIOBAHUS IOJBUKHOCTH CIIMHBI Yy I103BOHOYHBIX OCTaBAJIUCh
€IMHUYHBIMH Ha BCEM MPOTHKeHUE XX BeKa. J[ByMs OCHOBHBIMU HaIllPaBICHUSIMU UCCIEIOBAHUMN
CTalM W3Yy4YEHHE pacloyiaraeMoil TMOJBMKHOCTU TO3BOHOYHHMKA Ha CKEJIETHO-CBS30YHBIX
npenapatax no3BoHouHuka (IIeuteimuyk, 1975; Gal, 1993) um wucnomezyemoro auamna3zoHa
JIBIDKEHUS HA KUBBIX >KHMBOTHBIX, KOTOPhIE B OCHOBHOM IPOBOJIMIMCH Ha OETOBBIX JOPOXKKaX
(Pourcelot et al, 1998; Haussler et al, 1999).

B nmocnennue rogsl Tema 3BOMONMH, (HYHKIIMOHATIBHONW PETMOHATN3AINN U TIOABMKHOCTH
MO3BOHOYHHMKA CTalla MPUBJIEKaTh Bce Oonbie BHUManus (Gunji & Endo, 2016; Jones et al., 2020).
[TosiBUNIMCH WMCClEIOBaHUsA, B KOTOPBIX HM3yYaJMCh CIIOKHBIC JBM)KCHHS IMO3BOHOYHHMKA Ha
mpenaparax nTuil ¢ moMmoiibio Tomorpada (I'pumpimuna u ap., 2016; Kuznetsov & Panyutina, In
press) ¥ KHHEMaTHKa TMO3BOHOYHUKA MPH Oere MIIEKOMHUTAIONIIMX C TOMOIIBI0 BHACOPEHTICHA
(Schilling & Hackert, 2006). Taxke NOSBHIUCH PaOOTHI, B KOTOPBIX HE H3MeEpsIach, a
MOJISTUPOBAJIACh TIOABMKHOCTh B MEXKITO3BOHKOBBIX cycTaBax (Krings et al., 2017; Vidal et al.,

2020; Miiller et al., 2021). IlosBwinch TEepBBIE CpaBHUTEIBHBIE PAOOTHI TO TOABMKHOCTH
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ME)KITO3BOHKOBBIX CYCTaBOB Y IIMPOKOTO KpyTa MPeACTaBUTENCH pa3IHYHBIX TPYII TO3BOHOYHBIX
(Werneburg et al., 2014; Belyaev et al., 20216, 2022, 2023; Kuznetsov & Panyutina, In press).

Leabio n1anHOM pabOTHI ABISETCS NIMPOKOMACILITAOHOE UCCIIET0BAHUE TPEX COCTABISIONINX
MEKTO3BOHKOBOW TOJABIKHOCTH B TMPEAKPECTIIOBOM YacTW T[O3BOHOYHUKA y TApHO- U
HENAPHOKOIIBITHBIX C IOMOIIbIO MEXaHUCTUYECKOW MOJIEIM MEXIIO3BOHKOBOI'O CYCTaBa.

Jnst mocTrKeHUs TaHHOM 1€/ ObUTH MTOCTABJICHBI CIIEIyIoNre 3a1aqu:

1. TIpoBecTn pa3paboOTKy M BadUAALMI0O METOAMKH JJIsi pacueTa TPEeX COCTABIISIOIINX
HOABMKHOCTU (CaruTTajibHas THOKOCTb, jarepajbHas T'MOKOCTh M OCEBOE CKPyYHMBaHHE) B
ME)KITO3BOHKOBBIX CYCTaBaxX Ha OCHOBE MEXaHUCTUYECKOW MOAETH UX (POPMBL.

2. WByuyutb HM3MEHUMBOCTh TPEX COCTABISIOUIMX MEXKIO3BOHKOBOM IOJBUKHOCTH B
Pa3IMYHBIX YaCTAX IIE€U M CIIUHBI KOMBITHBIX MJICKOIUTAIOIIHX.

3. M3yuuTh peruoHaJM3alUI0 TO3BOHOYHOIO CTOJOA, OMPENeNUTh TPAHULBl OTHEIIOB,
OLICHUTh MX W3MEHUMBOCTb M B3aMMOCBS3b MEXKIY TPaHULAMH MOAYyJIeH U (PyHKIMOHAIBLHOU
cnenugpuKoi MO3BOHOYHOI'O CTOJIOA.

4. OcyllecTBUTh CpPaBHUTENIbHBIM aHAINW3 MEXKIO3BOHKOBOM MOABMKHOCTH Y BCEX
COBPEMEHHBIX CEMEUCTB MapHO- U HEMAPHOKOIIBITHBIX.

5. M3yuuth amioMeTpU4ecKyl0, TAKCOHOMHYECKYIO, JJOKOMOTOPHYIO M 3KOJOTMYECKYIO
cnenn(rUKy MEKITO3BOHKOBOW ITOIBMKHOCTH B PA3IMYHBIX YacTAX MO3BOHOYHHKA KOTBITHBIX
MJIEKOMTUTAIOIIHX.

6. [TpoBeputh 1 yrounuts runore3y [1.I1. ['amOapsiHa o 10pcocTaOMILHOCTH KOTIBITHBIX.

7. Ha ocHOBe H3ydeHHUS MEXIO3BOHKOBOH IOIBMKHOCTH OLEHUTh (YHKIMOHAIHHOE
3HaYEHHE YHMKAJIBHOTO CPENU JIaBpa3HaTepUEB YBEJIMYEHMs YHMCIIa TYJOBHUIIHBIX IO3BOHKOB Y
HETIAPHOKOITBITHBIX.

OO0beKTOM HcCCIeI0BAaHUS BBICTYHAIOT CKENEThl IIMPOKOTO Kpyra TMapHO- H
HEMapHOKOIBITHBIX MJICKOMUTAIOIIUX.

IIpenmeTom mccienoBaHus SBISETCSA MOABMKHOCTh PA3IMYHBIX OT/AEJIOB MO3BOHOYHOIO
cTo0a, ee B3aUMOCBS3b C pa3MepaMu U MPOHOPIHAMH Tejla, 00pa3oM KU3HHU U JJOKOMOTOPHOM
crienuGuKo.

Jliist BeITONTHEHUS PabOThI UCTIONIB30BaH CKeJIeTHBIH MaTepuaJs 13 KOJUIEKIUNA POCCHICKUX
U 3apyOeKHBIX My3€€B, MHCTUTYTOB M 300M1apKOB. Marepuai Jisi UCCIIEJOBAHUS MPEA0CTaBUIIN:
3oonorudeckuii Mmy3ei MOCKOBCKOTO rocynapcTBeHHOro yHuepcutera uM. M.B. JlomoHOCOBa
(Mockaa), 3oonornueckuit uHCTUTYT PAH (Cankr-IlerepOypr), MHCTUTYT pobiaeM 3KOIOTUH U
spomonuu uMeHn A. H. CesepuoBa PAH (Mocksa), Kadenpa antponomorun MoCKOBCKOTO

rocymapcTBeHHoro yHuBepcutera uMm. M.B. JlomonocoBa (MockBa), PocroBckwuii-ua-/{ony



3oomnapk (Pocto-Ha-Jlony), Koponesckuii myseit LlentpansHoit Appuku (TepsiopeH, benbrus),
Mys3eii ecrectBenHoi ucropuu (Bena, ABctpus).

[TonBM>XHOCTH CITMHBI ObLJIa H3yUY€HA Ha TSATH MO3BOHOYHBIX cTON0ax yenoBeka (Tabmuma 1),
55 ckenerax nmapHOKonbITHBIX (Tabnuua 1 B Ipunoxenun 2) n 29 ckenerax HENapHOKOMBITHBIX
(Tabmuua 5 B IMpunoxenun 2). Eme ansg 183 sk3eMIIIsipoB NapHOKOMBITHBIX OblIa M3y4eHa
MOJBMKHOCTh B MOSCHUYHO-KpecToBoM cycTaBe (Tabmuua 3 B [Ipunoxenun 2). Beero B xone
BBINOJIHEHUSI UCCIIEJOBAHU IIOIBUKHOCTB ObLIa onpeziesieHa B 0osee ueM 2000 MeXI103BOHKOBBIX
CyCTaBax.

[Tporiecc pa3pabOTKK M BaJWAALMU MOJAETH, a TAKKe METOIMKA pabOTHl C MaTepUaoM
MOJPOOHO ONMUCAHBI B COOTBETCTBYIOIIMX pa3jienax padoThl.

Jl0CTOBEPHOCTh MOJTYYEHHBIX Pe3yJbTaTOB 110 MEXIIO3BOHKOBOW  IOJIBUKHOCTH
HNOATBEP)KIACTC MHOTOCTYNEHYATONW MpOLEeNypod BaluAaluu pa3pabOTaHHOM MOAENH.
JlocToBEpHOCTh MOTYUYEHHBIX BBIBOIOB JJISl pa3JIMYHBIX IPYII KOIBITHBIX OCHOBAaHA HAa U3Y4YEHUU
HIMPOKOro Habopa TakcoHOB. Pasnuynbie Mopdonornyeckre 0COOEHHOCTH MTO3BOHOYHOTO CTOI0a
IPOMJUTIOCTPUPOBAHBI (hOTOrpadusMu CKEJIETHOro Marepuana. JJoCTOBEpHOCTh CTaTUCTUYECKUX
BBIBOJIOB TIOATBEPXKIAETCS CTAaTUCTHMYECKUM AaHAJIW30M. Pa3inuuHble mapaMeTpbl H3y4YEHHBIX
N03BOHOYHHUKOB TnpuBenieHbl B [Ipunoxenun 2 (Tabmuusr 2, 4, 6). Cepust crareii, B KOTOpoi
MIPEICTABIICHBI PE3YIbTAThl IPOBEICHHBIX HCCIIEIOBaHUH, ommyOnrukoBaHa B Journal of Anatomy —
BEAYLIEM PEIEH3UPYEMOM KypHaJie TI0 aHATOMHMHU KUBOTHBIX, BXOZsIIEM B 06a3bl JaHHBIX WOS,
Scopus.

JInunblii BKJIaJ aBTOpa. ABTOp pa3zpaboTal, MpoBe BAIMAALUIO U IPUMEHUIT Ha ITUPOKOM
MaTepuaie MEXaHUCTUYECKYI0 MOJENIb pacyeTa TPeX COCTaBISIONIMX MOJBUKHOCTH B CycTaBax
MO3BOHOYHHKA, 00pa30BaHHBIX MEKITO3BOHKOBBIMU JAUCKaMH. [[j1s1 Ka10i1 13 UTOrOBBIX (hopmys
ObUIO MPOBEPEHO 0o0JIee YeM HECKOJIBKO JECATKOB allbTEPHATUBHBIX BapUAaHTOB. ABTOPOM ObLIH
u3y4yeHbl U u3MepeHsl 6osnee 200 CKeleToB COBPEMEHHBIX MAapHO- M HEMApPHOKONBITHBIX. bbuin
caenansl Gororpaduu MO3BOHOYHBIX CTOIOOB y Oosee yem S50 BHIOB KOMBITHBIX. [ToMrMO paboThI
C My3€WHBIM MaTepuajoM B XOJI€ BBIIIOJHEHUS MCCIEIOBAaHHUS aBTOp JIMYHO BBIKOMAJ OAMH M3
U3YUYCHHBIX CKEJIETOB O€0r0 HOCOpOora.

Hayunasn HoBu3Ha. B pesynbrare mnpoBeneHHOH palOoTel Oblla 000CHOBaHa
MEXaHUCTHYECKasi MOJIEIIb, KOTOpas MO3BOJISIET U3y4aTh BCE TPU COCTABIISIFOIINE MOIBUKHOCTH B
MEXKIO3BOHKOBOM CyCTaBe: CaruTTajbHYI0 THUOKOCTb, JaTepajbHyl0 THOKOCTh U OCEBOE
ckpyuuBanue. Pa3paboranHas Mozenb Oblla OTKaJIMOpOBaHAa MO [JaHHBIM pacloyiaraeéMoi
NOJBMKHOCTH B MEXIO3BOHKOBBIX CyCTaBaX, COCAUHEHHBIX MEKIIO3BOHKOBBIMHM JIMCKaMU,
NOJTYYCHHOW Ha CHHIECMOJOTHYECKHMX Tmpemnaparax. Jlng kamuOpoBkum Monmenu ObUIH

WCIIOJIb30BaHbl HanWOoJiee TOYHBIE MOJCIbHBIE JaHHBICE U3 MyOJUKalUid METUITMHCKUX
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WCCJICIOBAHUN CKEJIETHO-CBSA30YHBIX MPENapaToB IMO3BOHOYHOTO CTOJ0A MAPHOKOMBITHBIX U
yenoBeka. [IpencraBieHHass MOAEIb MOAXOIUT ISl M3yUYEHHUS IIUPOKOTO KPyra COBPEMEHHBIX H
MCKOTIaEMBbIX MJICKONIMTAIOLIUX U HE UMEET aHAJIOTOB.

[lonyyenHsle  pe3ynabTarbl MO  MEXKIIO3BOHKOBOM  MOABMXKHOCTHM y  TApHO- U
HENIAPHOKOIIBITHBIX SIBJISTFOTCSI TICPBBIMU IIMPOKOMACIIITAOHBIMHU, 0030PHBIMHU UCCIICIOBAHUSIMH 110
JIAHHOM TeMaTWKe JJI MIICKOIUTAOMINX. BriepBbie ObUIH OIICHEHBI OMOMEXaHHUYECKUE PA3THINS
B IOJABWKHOCTH PA3JIMYHBIX OTAEJIOB CIMHBI BO BCEX COBPEMEHHBIX CEMEHCTBAX
HEMAPHOKOIBITHBIX M HAa3eMHBIX MapHOKOMBITHBIX. [lonmydeHHbIe pa3nuuus ObUTH OLICHEHBHI B
KOHTEKCTE pa3MepoB M MPOMOPIUI Tena, a TaKKe JOKOMOTOpHOH crienudukn. Briepsoie Obuia
MIOCTPOCHA MOJIEITh PETPECCUH MEKTY MOIBIYKHOCTHIO B TTO3BOHOYHHKE 1 MACCOM TEJIa JKUBOTHBIX.
bruta mpoBezieHa paszenibHas OLICHKA BIUSHUS pa3MEpOB Tella U JIOKOMOTOPHOM crienuuKku Ha
MEKIT03BOHKOBYIO MTOJIBU>KHOCTb. BBLIO M0OKa3aH0, YTO MOJIBUKHOCTh O3BOHOYHUKA Y HEKOTOPBIX
MEJIKUX TAPHOKOTIBITHBIX SIBJISIETCS COMOCTAaBUMOM C COBPEMEHHBIMHU XHUIIHHUKAMH, KOTOPBIX
TPAIUIIMOHHO TPOTHUBOTIOCTABISIOT C TAPHOKOMBITHBIMH KaK JOPCOMOOWIIBHBIX TPOTHB
JOpCOCTaOUIIBHBIX JKUBOTHBIX. [lOKa3aHO, 4YTO OPCOCTAOMIBHOCTH SBISIETCS BTOPUYHO
BO3HUKIIEH OCOOEGHHOCTHIO IMApPHOKOMBITHBIX, KOTOpas CBSi3aHA C  AJNIOMETPUUYECKUM
YBEJIMYEHUEM TeJa, C OAHOW CTOPOHBI, W IMEPEXOJOM K BBEIHOCIMBOMY O€ry Ha OTKPBITHIX
MPOCTPAHCTBAX, C JAPyro. BpIIO mMOKa3aHO, YTO JOPCOCTAOMIBHOCTh BCEX COBPEMEHHBIX
HEMApPHOKOIBITHBIX BBINIE, YeM Y TApPHOKOMBITHBIX, MpPUYEM I3Ta cheruduka HE3aBUCUMO
BO3HMKJIA BO BCEX TPEX CEMENCTBAX HEMApHOKONBITHBIX B XO/A€ H3BOMIOIMHU. bputa momyudeHa
nepBasi KOJMYECTBEHHAs] OLEHKA IMOJBMXKHOCTH IIO3BOHOYHHMKA Y MEJKHUX MaJleOreHOBBIX
MPEIKOBBIX (POPM HETTAPHOKOIIBITHBIX.

TeopeTnueckas U NpakTH4YecKasi 3HAYUMOCTb. PazpaboTana MeXaHHCTHYECKas MOJIEIb,
KOTOpasi TO3BOJNISIET JIIOOOMY HCCIIE[OBATENI0 IPOBOAWTH HW3YYEHHE MEKIO3BOHKOBOU
MOJIBM’KHOCTH Yy IIMPOKOTO KpPyra COBPEMEHHBIX M MCKOMAEMbIX MJICKONMUTAOMUX. bbuin
MOJIyYeHBbI HOBBIE 3HAHHUS O OMOMEXaHHMKE JIOKOMOTOPHOTO amnmapara KOMBITHBIX. Pe3ynbTaThl
JaHHOW PabOTBI MOTYT OBITh HCIOJB30BaHBI B KAu€CTBE CPABHUTEIBHOW 0asbl JaHHBIX IS
M3y4YEeHUs JIOKOMOTOPHOTO ammapara COBPEMEHHBIX M MCKOMA€MbIX MJIEKOIMUTAIOIINX U3 PA3HBIX
oTpsaoB. [lomydeHHbIe pe3ynbTaThl MOTYT OBITH MCIIONIB30BaHbI B YYEOHBIX Kypcax IO 300JI0TUH
Y TIaJI€0300JIOTUH TO3BOHOYHBIX, a TAKKE B HAyUHO-TIOMYJISIPHOM JINTEPATYpPE U KOMIBIOTEPHBIX
PEKOHCTPYKIIMSIX JBKEHUH.

MeTonom, 1715 IIMPOKOMACIITA0HOTO MCCIEAOBAHUS MTOABMKHOCTH Y KOTIBITHBIX SIBISIETCS
MEXaHUCTUYECKass MOJENIb MEXIO03BOHKOBOTO COYJICHEHHS, OCHOBaHHas Ha THUIOTE3E O
CYIIECTBOBAHUK (YHKIIMOHATHHOW B3aWMOCBS3H MEXIy TOIBHKHOCTBEIO B CyCTaBE U €r0

FGOMeTpI/IeI\/'I. BaJ'II/I,Z[HOCTB MOACIN OCHOBaHa Ha €€ KaJ'II/I6pOBKe 10 JAaHHBIM 3KCIICPUMCHTAJIbHBIX
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UCCJIEJOBAHUN CKEJIETHO-CBSI30YHBIX IIPENapaToB 4YeJIOBEKA M TPEX BUAOB JOMAIIHHUX
MApHOKOIIBITHBIX M TMOATBEPKAAECTCS CTATUCTUUYECKUM aHaNM30M. [laHHBIE Ui HCCleA0BaHUs
ObUIN MOJTyYEHBI ITyTEM MOP(HOMETPUUECKUX U3MEPEHHUH CYyXUX CKeNeTOB. AHaIN3 0a3 JaHHBIX 10
aMIUTUTyJaM MOJBM)KHOCTH B Pa3JIMYHBIX IPYIIax MapHO- U HEMAapHOKOIBITHBIX MPOBOIMIICS B
IBM SPSS Statistics 23

OcHoBHbIE 3a1IMIIIaeMble M0JI0KeHHS

1. OOocHOBaHa BaJlMJHOCTh MEXAHUCTMYECKOM MOJENM JJs pacyera BCeX Tpex
COCTABJIIOIINX MEXIIO03BOHKOBOM NOJBMKHOCTU B CyCTaBaX, COCAUHEHHBIX MEXKII03BOHKOBBIMU
JICKaMHU.

2.T'eomeTpusi CycTaBOB COUJICHOBHBIX OTPOCTKOB (3UTario(pu30B) HANPSMYIO B3aMOCBsI3aHa
C TMOJIBUKHOCTBIO II03BOHOYHOT'O €T0J10a U sIBJIsIeTCS 00Jiee BayKHBIM IPEAUKTOPOM OMOMEXAHUKU
CIMHBI, YeM HaJIMYHME WIN OTCYTCTBHE CBOOOTHBIX pedep.

3. YanuHeHue 1meu HaXOJUTCS y KOTIBITHBIX BO B3aUMOCBSI3H C YBEITMUYEHUEM €€ THOKOCTH B
TOPU30HTAJILHOM M CaruTTajIbHOU IJIOCKOCTSAX M, B HEKOTOPBIX CIy4asiX, CO CABUIOM I'DaHUIIbI
MEXy 3Uranogu3amMy HIEHHOTO U TYJIOBUIIHOIO THIIA HA OJIUH CyCTaB Ha3aj.

4. BO3HMKHOBEHHE TaHT'€HLMAJIBHOIO TUIIA CyCTABOB MEXAY COWICHOBHBIMU OTPOCTKaMH B
TPYIHOM OTAENe Y MIICKONUTAIOMINX CBA3aHO HE C CaruTTaJbHOW THUOKOCTBIO CIIMHBI,
HCIIOJIb3yEMOM MPH Tajiole, a ¢ OCEBbIM CKpyUYHMBaHUEM, HEOOXOAMMBIM, B MEPBYIO OYepeb, PU
MaHEBPUPOBAHUH.

5. OCHOBHBIM THIIOM TIOIBUKHOCTH B TOSICHUYHOM OTJAEJE SBISETCA CaruTTalbHas
ruOKOCTh, pa3Max M3MEHYMBOCTH KOTOPOM Yy KOIBITHBIX KpaiHE BeJIHK; €€ BeIMYyuHa
onpesienseTcss IBYMsS OCHOBHBIMU IIPEIMKTOpaMU — pa3MepaMu Tejla U JIOKOMOTOPHOMU
cnenupuKol KOHKPETHOTO BU/A.

6. Otaensl NIO3BOHOYHUKA KOIBITHBIX a/1allTUPOBAHBI K BBIITOJHEHUIO PA3TUYHBIX (PYHKIHH,
pasnuuus B rpaHulax (yHKIIMOHAIBHBIX OJIOKOB MO3BOHOYHHMKA HAXOAATCS BO B3aUMOCBSI3H C
o0pa3oMm xu3HU U hopmoii Oera.

7. CoBpemMeHHbIE NapHOKOINBITHBIE NpencTaBieHbl B TepmuHax [LII. I'ambapsna kak
JIOPCOCTAOUIIBHBIMH, TaK U JOPCOMOOMIBHBIMM (DOpMaMM, YPOBEHb T'MOKOCTH TOSICHUIBI MIPU
rajione y KOTOpPbIX HE YCTYNAeT XULTHBIM.

8. Bce coBpeMeHHbIE HETTAPHOKOIBITHBIE SIBIISIFOTCS IOPCOCTA0MIBHBIMU OETYHAMU, TIPUYEM
JIOPCOCTaOUIBHOCTD BO BCEX TPEX CEMEMCTBAX SBISIETCS] HE3aBUCUMO BO3HUKILIUM COCTOSTHHEM.

IIy6aukanum U anpobauusi padorbl. [lo pesynabrataMm HcciaeOBaHUS OIYOIHMKOBAHO
YeThIPE CTAaThbH B PEIICH3MPYEMBIX HAYYHBIX M3/IaHUSX, UHIEKCUPYEMBIX B 0a3ax naHHBIX WoOS,

Scopus. [IpeaBapurtenbHbie pe3yabTaThl aHAINU3a CArUTTAIBHON MOJBMKHOCTH MMO3BOHOYHHUKA Y
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HEMAPHOKOIBITHBIX MPEICTABICHbI B BHUJE TE3UCOB U JOKJIa/Aa, KOTOPHIM MOIY4YWJI MPU3 Kak
JYUIIAHA JOKJI]] Ha CeKIMH ""300J10THs TIO3BOHOUHBIX" KOH(pepeHnn «JIoMoHOCOB 2018,

CTpykrypa U 00bem padotbl. [IpeacrtaBienHas pabora HamucaHa Ha 182 cTpaHuIax,
COCTOMT W3 BBEACHHMS, YEThIpEX IJIaB, 3aKJIIOUCHHUsS, BBIBOJIOB, W MpHIOKeHUs. B pabote
conepuTcsi 37 TEKCTOBBIX PHCYHKOB, 28 TEKCTOBBIX TaOmuIl, OuOMHorpaduyeckuil CIMCOK
BKJItO4aeT 163 ucTouHuKa, U3 KOTOPBIX 146 Ha MHOCTPAHHBIX SI3bIKAX.

baaromapHocTu. ABTOp BbIpakaeT NIIyOOKyr0 OJarolapHOCTb CBOEMY HaydyHOMY
pyxoBoautento A.H. Kysnenosy (ITaneonronornyeckuii unctutyT PAH) 3a GecuricrieHHbIe Yachl
COBMECTHOW pabOThl HaJ UCCIICTOBAHUSIMH, KOHCYJIbTAIIMH M OOCYXJICHUS, KPUTUKY U COBETHI,
IIUPOTY B3IVISZOB U HEOOXOAMMYIO JINTEPATYPy, BCKPHITUS U YPOKU IO AaHATOMHH >KMBOTHBIX.
ABTOp Omarogaput cBoero 6eccMeHHoro coaBropa B uccienoBanusx H.E. Ipuenckyro (UTI2D
PAH) 3a ee ynpsMCTBO U NMPHUHIUIUATIBLHOCTD, IOMOIIL B 00pabOTKe Marepuana, JOJITHE Yachl
packKorok, 3aMepoB, 3D CKaHMPOBaHUS, CHATHUS CIENKOB, NOATOTOBKM aHIUIM(OB, U HEepeHoca
TSYKEJIBIX KOCTEH.

ABTop OnaromapeH cBoeMmy nepBomy HaydHoMy pykoBoautento T.B. Ky3nenosoit (kadenpa
MaJCOHTOJIOTHH Teosnornyeckoro dakyiasrera MIY) 3a ee TeprneHHE W KPUTHKY, IICHHBIE
PEKOMEHJALMY W HAacTaBJIEHWE B caMOM Hauaje HayyHoro nyTtH, A.K. AramkaHsHy 3a €ro

HACTaBJICHUA W PEKOMCHOAIMH, KOTOPBLIC NPHUBEIN aBTOpa K HU3YUYCHUIO OHMOMEXaHUKU. ABTOp

onaronapen [U.C. Bapckosy,| A.C. AnekceeBy M BCeM COTPYIHHKAM Kadeaphl MageoHTONOTHH

MI'Y, a taxxe B.B. [llaxmapoHoBY ¥ BceM COTpyaHUKaM Kadeapbl 300JI0THH MO3BOHOYHBIX MI'Y
3a [ICHHbIE 3HaHUS M YMEHUs, 0€3 KOTOPhIX AaHHas paboTa Obl1a 661 HEBO3ZMOMXKHOM.

ABTOp OnarogapeH COTPYIHHKAM MHOTOYHMCIEHHBIX MYy3€€B M WHCTHTYTOB, B KOTOPBIX OH
n3yqan marepuain: A./l. JlunkoBuuy u BceMy koiuiekTuBy PocToBckoro-Ha-JloHy 300mapka, A.A.
Jlucosckomy, E.B. O6onenckoit, C.B. Kpyckomy, H.H. Cnacckoii u C.B. Boikoy (300morudeckuii
myszeit MI'Y), I.®. bapeiunukoBy, E.A. IlerpoBoit m M.B. Cabmuny (3MUH PAH), A.b.
Capunenxomy (MIID5 PAH), I'T. Boeckopoy (MIABM CO PAH), C.B. JIpoOsbimeBckomy
(xadenpa antpomonorun MI'Y), M.A. CraponybueBoit u B.b. bacosoit (I'ocymapcTBeHHBIN
I'eonornueckuit Myseii um. B. U. Bepnazackoro), E.M. Ilepsymoy, B.b. Censriepy, A.C. Jlammnay
(Pernonanbueiii My3eit 3emiieBenenusi CapaToBCKOrO TOCyJapCTBEHHOTo yHHuBepcurera), A.K.
[IIBbIpeBoii (CTaBpomoibCKUil rocyjapcTBEHHbIN My3eli-3anoBenHuk uM I. H. IIpo3putenesa u
['K. IIpase), H.U. CyneiimanoBoii (IlyraueBckoii kpaeBeaueckuii myseir um. K.M. Kypasnesa),
N.B. Kupunnosoit (My3seilt «JlennukoBsiit mepuon»), A. bubny (My3eil ecrecTBeHHOH HCTOpUN
Bensr), 3. Ilmuccony (Koponesckuii my3seit Llentpansnoit Adpuxu), C. Hanman u C. MeiameHT

(My3eii ectecTBeHHOU uctopuu JIoH0Ha).
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ABTOp HCIIBITHIBAET DIYOOKYIO NPHU3HATEIBHOCTD |H.H. FaM6ap$1Hy| 3a ero OeclLeHHbIE

KOHCYJIbTAllMU M ONECTAIIME HCCIEJOBAHUS IO MHUOJOTMU M JIOKOMOIIMH MIJIEKOIUTAIOLINX,
KOTOpBIC JIETJIH B OCHOBY TMPOBEIEHHON pabOThl, a TaKXe OJarogapuT CBOMX Koiuier A.A.
[Tanrotuny, H.B. KprokoBy, B.A. Makaposa, U.b. ConnaroBy, E.I. Iloranosy, }0.®. MBnesa
(UI122 PAH), A.C. Tecakona, ILII. Hukonsckyto, H.I. 3BeprkoBa (I'MH PAH), B.B. Turosa
(FOHL] PAH) 3a BCECTOpOHHIOIO IIOMOIb B HCCIEIOBAaHUSX M IPOAYKTHBHBIE Hay4HbIE
JUCKYCCHH.

OtnenpHyto OnaronapHoOCTh aBTop BblpakaeT cBoed Mame O.1O. bensieBoii 3a npuBuTyto
CTpacTh K HayKe U BCEl CBOEH CEMbe 3a MOJIEPKKY BO BpeMs padboThl. ABTOp npusHareseH A.TO.
bapaHoBy 3a HEOLIEHMMYIO TIOMOILb B PACKOIKaX CKejieTa 0eloro Hocopora M BCEM KOJIJIEraM,
JlaiiBepaM U CTyJIeHTaM, y4acTBOBABILIMM B pacKolkax B capaTtoBckoM [loBoimkbe. Hakoner, aBTop
6narogaput fgoporyio A.B. HcaeBy 3a ee 6eCKOHEUHYIO MSTKOCTb M JOOPOTY.

[TpoBenenHble Uccien0BaHUs ObUTH OCYIIECTBICHBI U (PUHAHCOBOM MOAJEPKKE TPAHTOB
PODU (mpoekt 18-04-01301-a; «MopdodyHKIIMOHATEHOE MOIETUPOBAHIE KOCTHO-MYCKYIbHON
CUCTEMBI IT03BOHOUYHBIX: PELIEHUE CTPYKTYPHBIX, (YHKLIHNOHAJIBHBIX U SBOJIOLUOHHBIX 3a7a4»;
(mpoekt 20-04-00357-a «l3MeHeHue IUIOCKOCTEH pabOThl KOHEYHOCTEH M IO3BOHOYHHKA B
ABOJIIOLMU JIOKOMOTOpPHOro amnmapara wiekonutatomux») u PH® (mpoext 22-24-00885
«Mop¢dodyHKIIMOHATbHBIE ~ OCHOBBI  aJIaliTUBHBIX  MpeoOpa3oBaHUIl  OCEBOro  CKeneTa

MTO3BOHOYHBIXY).
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IVIABA 1. TO3BOHOYHBIHN CTOJIB: OTAEJIbI, TUIIbI
CYCTABOB, IOAXO/Jbl K U3YYEHWIO
MEXIIO3BOHKOBOMU INOABUKHOCTH

1.1 OTaeasl MO3BOHOYHOIO CT0JI0A
HO3BOHO‘IHBII>'I CTOJ'I6 ABIISICTCA 6a3I/ICOM TC1a IJIiA HIO6OFO IIO3BOHOYHOI'O >XHWBOTHOIO.

Mopdonorus T03BOHKOB NP JIBUKEHUHU BJIOJIb CIIMHBI OT TOJIOBBI B CTOPOHY XBOCTa Y aMHHOT
CYLIECTBEHHO MEHSETCS. OTH pa3iuyusl CBS3aHbl C HM3MEHEHHEM (OPMBI Tel MO3BOHKOB,
MOpP(OJIOTHH OTPOCTKOB M CYCTaBHBIX MTOBEPXHOCTEU. [ pymIbI MO3BOHKOB, MOP(OIOTHs KOTOPHIX
0oJiee TOMOTEHHA APYT OTHOCUTEIHHO IPYTa TPATUIIMOHHO OOBEANHSIIOTCS B PA3IMYHbBIC OT/IEIIBI.
VYke y pblO MO3BOHOYHHK JICTUTCS HA TYJIOBUIIHBIA U XBOCTOBOM OT/EIbI, MOCIEIHHUHN U3 KOTOPBIX
BBIJICJIIETCS 110 HAJIMYMIO y TO3BOHKOB reMasibHbIX IyT (Pomep u ITapconc, 1992). Knaccuueckum
KpUTEpHEM JJIsl O0ObEIMHEHHSI TO3BOHKOB B OTAEIBI Y aMHHOT BBICTYIAET pa3BUTHE pedep.

Y MJICKOTIMTAIOUINX TO3BOHOYHBIN CTOJIO TPAAUIIMOHHO BKITIOUAET MSTh OTACIIOB: IICHHBIH,
TPYIHOM, TOSCHUYHBINA, KPECTIOBBIH W XBOCTOBOW. Y IIEHHBIX MO3BOHKOB pelpa SIBISIOTCS
ieBpanogu3amMmu, TpyaHble pedpa SIBIAIOTCS OTACIbHBIMU KOCTSIMM W HE CpacTaroTcs C
MO3BOHKAMH, a KpECTLOBBIE peldpa SBISAIOTCS OCHOBAaHHEM JJIsI KPECTIIOBO-IOAB3/IOIIHOTO
cpamenus (Pomep u [lapconc, 1992; Filler, 2007; Puc. 1). B mosicHuaHOM oT/e51€ TO3BOHOYHUKA
y HEMapHOKOIIBITHBIX pedpa cpacTaroTcs ¢ MONEpeYHbIMU OTPOCTKAMU MTO3BOHKOB, B TO BpeMs Kak
y TAapHOKONBITHBIX M OOJBIIMHCTBA MieKonuTaromux pebpa orcyrctBytoT (Filler, 2007).
[T03BOHKM pa3IMYHBIX OTAEIOB MPHHATO OOO3HAYaTh COYETaHHEM OYKBEHHOTO CHMBOJIA,
0003Hayaroero oTaeN, u Hudpsl, KoTopas 0003HaYaeT MOPAIKOBbINA HoMep (Hampumep, C7 mns
CelbMOro IIeHOro mo3BoHKa). B maHHOM uccienoBanue OyayT HCIIONB30BaThCS CIEAYIOIINE
ob6oznauenusi: C (cervical) — mns meitnabix, T (thoracic) — mns rpymabix, L (lumbar) — mns
MOSICHUYHBIX, S (sacral) — 1711 KPECTIIOBBIX TO3BOHKOB.

Jlpyrum KpuTepHeM ISl BBIACICHHS OT/AEIOB TTO3BOHOYHOTO CTOJIOA SIBISIETCS CTPOCHUE
CYyCTaBOB MEXIY COUYJCHOBHBIMH OTPOCTKaMH (TOCT- U mpe3uranoduszamu) JABYX COCETHHX
MO3BOHKOB. Y MJIEKONUTAIONIMX TPAJUIMOHHO BBIIENSAETCS JBa OCHOBHBIX THIA (HaceToK
suranopuzos (Virchow, 1907; Slijper, 1946): Panunansubie dacetku (radial facets, manmee Rf)
OPUEHTHPOBAHBI KOCO K MapacaruTTAIbHON M (PPOHTATBHON TUIOCKOCTSM, TAaKUM 00pa3oM, 4TO
IIPU CEUYEHUU B TPAHCBEPCAJIBLHOM MIOCKOCTH CyCcTaBHAs ILIEb UMEET BUJI MOJIOBUHKH OYKBHI V.
Tanrennmansuslie pacerku (tangential facets, nanee Tf). Paguanshbie cycTaBbl NpUCYTCTBYIOT B
mieitHom otnene (Puc. 1B, Puc. 2B). B nauane rpynnoro otnena Rf tun cmensierca Tf tunom
cycraBoB (Puc. 1 1, 1, Puc. 2r) 6au3ku K GpOHTAIBHON TUIOCKOCTH, TAKUM 0Opa3oM, CycTaBHas
meah NPH CEUEHHH B TPAHCBEPCANbHOM IUIOCKOCTH MMeeT Buj . B Tf cycraax mapsl

COYJICHOBHBIX (I)aCQTOK SI/IFaHO(i)I/BOB HaxoOATCA NPsAMO Ha HEBPAJIbHBIX JyTaX IMO3BOHKOB, 4 HC HA
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LenHbin otaen ['pynHon otaen MosicHnyHbin | KpecTuoBbin
otgen otgen

PapgunanbHbie (Rf) TaHreHymuansHbie (Tf) aMKOB
dacetku (RfL)

LenHbin otaen pynHon otaen MosiCHNYHbIN KpecTuoBbii
orgen otgen

Puc. 1. a, 6 — Otnensl (EHHBIA, TPYAHON, TMOSICHUYHBIA U KPECTIIOBBIN) M THITBI CYCTaBHBIX
dacerok (paguanshbie [Rf], Tanrennmansusie [Tf] 1 paguanbabie ¢ 3amMmkoM [RfL]) mo3BoHOUYHOTO
cronba Ha npumepe Tapirus bardii (ZMMU S-102033). Bunx crneBa (a) u nopcanbHbiid BU (0)
MO3BOHOYHMKA. BuI cmepenn Ha pa3nuuHbie MO3BOHKU (B-¢). M3 Belyaev et al.,, 2023 ¢
U3MEHEHUSIMHU.

CHeNHaIbHBIX OTPOCTKAaX. B KaymajapbHON 94acTH TYIOBHIIHOW 00JacTH MO3BOHOYHHKA (PaceTKH
3Urano(u30B CHOBA MEHSIOT OPUEHTALUIO. TpaAUIIMOHHO CYUTACTCS, YTO CyCTaBbl IPHOOPETAIOT
CaruTTaJIbHYIO (BMecTO cyOropu3oHTanbHoi B Tf THIIE) OpueHTaLUIO U UMEIOT (POpMY ITOJIOBUHKU
U nipu ceueHuu B TpaHCBepcaiabHOU tuiockoctH (Puc. 21; Slijper, 1946). OTo BepHO He A BCexX
MJICKOTIUTAIOIINX, OIHAKO COOTBETCTBYET JEHCTBHTEIBHOCTH JUIsI OONBIIMHCTBA KOTBITHBIX
(Filler, 2007). IToMmuMo u3MeHEHHS OpHEHTAIMH (HaceTOK B KaylaJlbHOH YacTH TYJIOBHIIHOTO
OTZEeNa, CyCTaBbl 3WUranou3oB NPUOOPETAIOT y MHOTMX IMAapPHOKONBITHBIX JOTOJHUTEIBHBIC
CTPYKTYpBI, Takue kak Ooptuxu u “3amku’ (Halpert et al., 1987). Iloatomy, mogoOHbIe CycTaBbl
OBLII0 MPEIOKEHO HA3bIBaTh paauaibHbIMU (paceTkamu ¢ 3amkoM (radial facets with a lock, nanee

RfL) (Ky3nenos u Tepemenko, 2010). Hymeparnus cycTaBoB B TO3BOHOYHHKE B 3TOH paboTe Oymer
14



BECTUCh HETPEPHIBHO, 0€3 pa3lenbHON HyMepalud IpU MEepexole MEeXIy oraenamu. llepBoiM
CyCTaBOM OyHeT CUHMTaThCS COUICHEHHE TEPBOTO W BTOPOTO MICWHOTO IMO3BOHKOB, BTOPBIM —
cowrenenue C2-C3 u 1.1.

[Tepexonnsblit mo3BoHok ¢ Tf mpesuranodpuzamu u RfL moct3uranoduzamu TpaauiimoHHO
Ha3bIBAIOT AuadparMaibHBIM MMO3BOHKOM. TakuM obOpaszom, otnen Tf cycTaBoB noikeH B TeOpun
COOTBETCTBOBATH NpeaauadparMaibHON YaCTH TYJOBHUILIHOM 001acTH MO3BOHOYHMKA, a oTaes RL
cycraBoB noctanadparmMansHoit yactu (Slijper, 1946). Onnako, TepMuH "auadparManbHbI" 1715
MIEPEXOIHOTO MO3BOHKA HAa CAMOM JieJie sBisieTcsi 0OMaHuuMBBIM. Hampumep, y npenapupoBaHHOK
HamHu OBIIBI (OVis aries) IEPEXOAHBIM O3BOHKOM ObLT onuHHa ATkl rpynHoi (T11), B To Bpems
KaK MOsICHUYHAas 4YacTh Auadparmsl npoxoauina uepe3 T12, T13 u L1, u kpenwmiack k L2 (Belyaev
etal., 20210).

['panuIbl MeX Ay OTAETaMU MTO3BOHOYHUKA, BBIJICISIEMBIMU 110 Pa3BUTHIO pedep U MO TUTIAM
CYCTaBOB MEXJly COUJICHOBHBIMU OTPOCTKAMM, allpuoOpy HE MOTYT COBNAJaTh IPYr C JAPYIOM,
MOCKOJIbKY TepBas KaTeropus3alysl BKIIIOYAeT MO3BOHKH, a BTOpas CyCTaBbl, YTO MPHUBOAUT K
CABUTY KaKk MHUHHMYM B TOJMO3BOHKA. Jlydille BCEero COOTBETCTBYIOT APYr APYTy TpaHUIIbI
mieitHoro u Rf otmenos. Tak mieiiHBIA OTAEN y MIICKOMHUTAIOIIUX 32 PEIKUMH UCKIIOUYECHUSIMU
BKJIIouaeT poBHO 7 mo3BoHKOB (Narita & Kuratani, 2005). Ilepeim Rf cycraBom sBnsiercs
COWIEHEHHE BTOPOT'0 U TPEThETO MIeHHbIX M03BOHKOB (Puc. 1 a-06, 2 a-6). [lepexon mexy Rf u Tf
TUTIOM CyCTaBOB 00bI9HO Tipoucxoaut Ha T1 (Puc. 2), HO WHOTIA HAXOAUTCS HA OJMH MO3BOHOK
kaynaibHee Ha T2 (Puc. 1). Takum oOpaszom, mst KombITHRIX cyctaB T1-T2 sBrisercs mepBoi
nepexooHol 30HOM, B KOTOPOI MOTYT OBITh npencTaBiensl kak Rf, Tak u Tf suranopussr. [lepexon
mexay Tf u RfLL Tumom cycTaBOB y KOIIBITHBIX OUY€Hb BApHATUBEH. Y MapHOKOMBITHBIX OH BCET/Ia
MPOUCXOAUT BIEPEIN OTHOCUTEIHHO TPAHUIIBI TPYIHOTO U MosICHUYHOTO oT/enoB (Belyaev et al.,
2021a, 6; Puc. 2). Y HenmapHOKOMBITHBIX MOXKET MPOUCXOIUTH CYIIIECTBEHHO 103311 3TOM I'PaHMIIBI
(Belyaev et al., 2023; Puc. 1). COOTBETCTBEHHO KO BTOPOMY 1e€pex0OHOMY OTAETY OTHOCHUTCS
CYIECTBEHHO OOIIBIIEE YHUCIIO CYyCTAaBOB, TAK Y HAPHOKOIBITHEIX 3TO CycTaBhl ¢ 16™ mo 20" (Puc.
2). DTO 03HaYaeT, UTO NePEeXOoHBIM M03BOHKOM ¢ Tf nmpe3uranoduzamu u RfL nocruranopuzamu
MOYeT OBITh JTF000# MO3BOHOK B nuama3one oT T9 g0 T14. CootBercTBeHHO 157 CyCTaB SIBJISIETCS
TIOCIIEHKM, [l KOTOPOTO Y BCEX MAPHOKOIMBITHBIX XapakTeped TfTum suranopusos, a 21" cycras
— TIEPBBIM, JIJIs1 KOTOPOTO XapaktepeH Toybko RfL tum (cm. Puc. 2). Y HEMapHOKONBITHBIX CaMBbIid
KpaHuanbHbIil nepexox Mexay Tf m RfL cycraBamu pacnonoxeH 3aMeTHO KayaajibHee, B 23V

cycraBe, a camblii Kaynanbhbiil B 30™ (Puc. 1).
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LWenHbin otaen pyaHou otaen MosicHnyHbIV oTAEn KpecTuoBblit
otaen

PaguansHblie (Rf) TaHreHuuanbHbie (TT) 3amkoBble aceTku (RfL)

YUY YYDy

LenHbIn oToen IpynHoit otaen MosicHWYHbIW oTAEeN KpecTuoBbilit
otgen

Puc. 2. a, 6 — Otnensl (1eHHBIA, TPYIHOM, MOSICHUYHBIA U KPeCcTHOBbIN) U THibl cyctaBoB (Rf, T
u RfL) nmo3Bonounoro cron6a Ovis aries (ZMMU S-102061). Bun cnesa (a) u 1opcaibHBIA BUT
(6) mo3BoHOuHMKa. Buja cnepenu Ha pasnuuHble 03BOHKH (B-1). M3 Belyaev et al., 20216 ¢
U3MEHEHUSIMHU.

B »ar10il pabore, roBops O MOABMKHOCTH ILIEHHOTO OTHAENa, OyleT HUMEThCS B BHUIY
noJABMKHOCTh B craHAapTHeIX Rf cycraBax (C2-C7) mien, a Takke cycTaBe MexAy Iieed u
tynoBumieM (C7-T1). Ilon mNOIBMKHOCTBIO B MOACHUYHOM OTAeNe OyleT NOHUMAaTbCA
MOJBMKHOCTb MEX/y IMOCIEIHUM T'PYIHBIM U IEPBBIM MOSCHUYHBIM IIO3BOHKAMM, & TAKXKE BCEMU
BHYTPUIIOSICHUYHBIMU ~ cycTaBaMu. [log TMOIBMXKHOCTBIO B TpPyAHOM oTAene  Oyner
MOJPa3yMeBaThCsl MOIBUKHOCTH BO BHYTPUTPYAHBIX CyCcTaBax.

IlonBons KpaTkuii WTOT, NPEIKPECTLOBBIA OTAENH IMO3BOHOYHUKA Yy MIIEKOIUTAIOLINX
COCTOMT U3 TPEX OTJEIIOB, BHIACIAEMBIX 110 Pa3BUTHIO pedep (LICHHBIHN, rpyaHO, OSICHUYHBII),

U TPEX OTJIEJIOB, BBIIEISEMBIX 10 TUIIAM COUJIEHOBHBIX OTpOoCcTKOB cycTaBoB (Rf, Tf, RfL).
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1.2 Tunbl cycTAaBOB MEKIY TeJIaMU MO3BOHKOB
Yy COBPCMCHHBIX aMHHUOT CYIICCTBYCT ABAa OCHOBHBIX THUIIA MCKIIO3BOHKOBBIX CYCTABOB —

CYCTaBbl, COCIMHEHHBIC MEXKIIO3BOHKOBBIMH JIMCKAMH U COCIWHEHHbIE CHHOBUAIBHBIMH
nuaptpo3amu. [lepBelil TUIT CyCTaBOB SIBJISIETCS apXauyHBbIM, OH OBbLT IMPEJCTABICH y IIHUPOKOTO
Kpyra uckonaembix pentuinii (Wintrich et al., 2020), u BcTpeuaeTcst B HaCTOsAIIEE BPEMsI TOJIBKO
y MIICKOITUTAOIMUX. B cycTaBe ¢ MEXIO3BOHKOBBIMHU JUCKAMHU MEXIY TEIaMHU JBYX COCEIHHUX
MIO3BOHKOB PACIOJIOKEH OCTAaTOK HOTOXOPZA, Ha3bIBAEMBIA ITYJBIIO3HBIM siApoM  (nucleus
pulposus). 10 aIpo CHOCOOHO K CYIIECTBEHHOW naedopmandu BO BpeMsi JBUKECHUS H
YAEPKUBACTCSI HA CBOEM MECTE C IOMOILIbI0 BOJOKOH IUIOTHOTO (pMOPO3HOro (BOJOKHHMCTOIO)
konbla (annulus fibrosus) (Puc. 3a; Knumos u Akaesckwii, 2003; Filler, 2007). CBoeobpa3Hoe
CTPOCHHE JHMCKOB JIENIAeT UX OIHOBPEMEHHO MPOKIIAJKOHN (TEJIO IMyJIBIIO3HOTO SApa) U MPOYHOU
CBS3KOM (BOJIOKHA (pUOPO3HOTO KOJIbIIA) MEXKIYy TeidamMu mo3BoHKOB (Puc. 3 a, 0). IIpu Takom
COEZIMHEHUH TI03BOHKOB OCh BPALIIEHHUs B CyCTaBe HE (PMKCUPOBAHA B KAKOM-TO OJJHOM KOHKPETHOM
MeCTe, KaK B CHHOBHAJIbHBIX CyCTaBax, a sIBJISETCS IJIaBAIONIECH BHYTPH MEKIIO3BOHKOBOTO JAHMCKA
(Qiu et al., 2003, 2006; Schmidt et al., 2008). CuHoBHaJIbHBIE CyCTaBbI MPEACTABICHBI ¥ BCEX
OCTaJIbHBIX COBPEMEHHBIX aMHHUOT. Tella ABYX COCETHHX MO3BOHKOB B TAKOM THII€ COUYJICHEHUMN
COCMHEHBl MO THUIly ImapoBuAHOro coenuHenust (ball-and-socket joint), obe cycTaBHBIC
MOBEPXHOCTH TOKPBITH CKOJB3KUM CYCTaBHBIM XPSAIIOM, MEXAY KOTOPBIMH HAXOAMTCS
cuHoBHaNIbHAs )uaKocTh (Winchester, 1978). B Takom cyctaBe 1ieHTp BpalieHus 3aduKCUpOBaH
OTHOCHUTENILHO IIeHTpa KPUBU3HBI BbIMyksoro tena no3Bonka (Puc. 3 B; Filler, 2007). Crour
OTMETHTH, YTO AAXKE Yy MIEKOMHUTAIOUIUX CYCTaB MEXAY amIaHTOM M 3MHCTpodeeM mpHodpen

CHMHOBHUAJIbBHOC CTPOCHHUC.

(a)

nynbnosHoe
A0p0o

!

S
dnbposHoe KonbLo

Puc. 3. CycraBbl ¢ MEXIIO3BOHKOBBIMHU JIHCKaMU (a, 0) ¥ CHHOBHAJIbHBIMU AMAPTPO3aMU (B).
MeX1no3BOHKOBBIM TMCK 4YeoBeka B BHje criepean (a) u cooky (6) mo ®d. Herrepy (2003) ¢
n3MeHeHusiMu. CycTaB MEXIy MSATBIM M IIECThIM IICHHBIM IMO3BOHKOM rasuana (B) mo P.
Marcymoto u komneram (Matsumoto et al., 2022) ¢ u3MEeHEHUSIMH.
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buomexanmka CHHOBHAILHBIX MU JAUCKOBBIX CYCTAaBOB CYIICCTBCHHO pa3jindyacTcCA. B

IPOBEJICHHOMN Da6OT€ 6VI[€T IpeACTaBICHA MOJCIE JJIs pacueTa MEKIIO3BOHKOBON NOABMXKHOCTH

JUIS CYCTaBOB, COEAMHEHHBIX MEXKIIO3BOHKOBEIMY auckaMu (Belyaev et al., 2021a).

1.3 CocraBasiionmue Me;XKM03BOHKOBOU MOABUKHOCTH
Me)KHO3BOHKOBBI€ CYCTaBI)I SIBJIIAKOTCA MHOFOOCHI)IMI/I, TO €CTh CHOCO6HI)I K CBO6OJIHOMy

JBIDKEHUIO B pa3nuHbIX M1ockocTsX (KimumoB n AkaeBckuid, 2003). Jlonroe BpeMeHHU IBHKCHHE
B CyCTaBax M3MEpsUIOCh OTAEIBHO B KaKIOM U3 TpeX OPTOrOHAJIbHBIX IIockocTel (cM. White &
Panjabi, 1990) u Bce MHOrooOpa3ue BOZMOXKHBIX ABUKEHUH CBOIMIIOCH K TPEM UCaIbHBIM TUIIAM
JBYDKEHUI: caruTTainbHoi rubkoctu (sagittal bending [SB]; Puc. 4 a-B), narepanbpHOil THOKOCTH
(lateral bending [LB] ; Puc. 4 r-e) u oceBomy ckpyuuBanuto (axial rotation [AR]; Puc. 4 x-n).

Takum oGpa3om, pazmuunbie cteneHn cBoOonbl (Degree of Freedom [DoF]) usywanuch
pa3fenpHO, C IOMOLIBIO 3aMEPOB OT 3apaHee ONPEIECIICHHOTO HENUTPAIBHOIO IIOJIOXKECHHUS.
KomMOuHUpOBaHHbIE JABIKEHHUS MEXAY pPA3IMYHBIMH COCTABIISIOUIMMH TIOJBUKHOCTH ObUIN
IIPEJCTaBICHbI B OCHOBHOM B aHaTOMUYECKUX ariacax. OHaKO B MOCIEIHUE HECKOJIBKO JIET ObLIO
IPOBEJIEHO Cpa3y HECKONbKO in Vitro Ucciae]0BaHul 0 KOMOMHUPOBaHHBIX JBMXKeHUAX (Range of
Motion, nanee ROM) B cycraBax. Hampumep, cungecmonorndeckuii ROM s
KOMOMHUPOBAaHHOTO CrHOaHMs-pa3TuOaHus W aJAyKUUU-aOIyKIMH B IUIEYEBOM CycTaBe ObLI
uzydyeH ans jerydeil mpimu (Panyutina et al, 2013). Cpenu nHamnOonee MeETONOJOTHYECKU
NPOJBUHYTHIX in Vitro WCCIeAOBaHUM KOMOMHUpPOBaHHBIX ROM MOXHO OTMETHUTh HEIaBHME
uccnenoBanus meu uuaeiiku (Kambic et al., 2017) u nepeaneit koneuHoctu exuub! (Regnault et
al., 2021). KoMmOumHHMpOBaHHBIE IBMKEHHS B CyCTaBe HWHTEPECHBI TEM, YTO OHM YaCTO
UCIIOJIb3YIOTCS AKUBOTHBIMH U, CJIEJJOBATEIbHO, B3aUMO3aBUCUMOCTU Mexy ROM B pa3nuuHbIx
DoF MoryT OBITh BaKHON XapaKTePUCTUKOMN MOIBHKHOCTH.

OnHako TMpH  HUCCIENOBAaHMM KOMOMHHMPOBAHHBIX  JBMJKEHHM BO3HMKAIOT HOBBIE
METOIOJIOTHYECKHE MPOOIEMBI, KOTOPhIE MOXKHO TMPOUJUTIOCTPUPOBATh HA MPUMEPE TOJIBKO UYTO
NPOLUUTHPOBAHHBIX  paboT. Bo-mepBbIX, KOMOMHHUPOBAHHOE  JIBJKEHHE  BBINOJIHSAETCS
9KCIIEPUMEHTATOPOM C MOMOIIbI0 BepeBouek (Panyutina et al., 2013) nnu manouek (Kambic et al.,
2017; Regnault et al., 2021), npukperuieHHBIX K O0BEKTY. ITO MOXKET NMPUBECTH K TOMY, UTO
CYCTaBHBIE TOBEPXHOCTH OyIyT MEHEE TECHO COWJIECHEHBI IO CPaBHEHHUIO C TEM IOJIOKEHHUEM,
KOTOpOE XapaKTepHO ISl >KUBBIX JKMBOTHBIX 3a CUET HamNpsbKeHUs Mblml. B pesynbrare,
nporeaypa MOXET JaBaTb HEKOTOPYIO JI€3apTUKYJSLMIO CYCTaBOB, KOTOpas BeOeT K
nocienyomeMy 3asblieHHI0 ROM. Bo-BTOpBIX, JONOJHUTENBHOE 3aBBINIEHUE AMILIUTY]
MNOJBMKHOCTH MOXKET TMPOU3OWTU M3-32 UCIOJIb30BaHUS TIE€OMETPUUECKHX HPUMHUTHBOB

(mammpumep, cheprl) ISl UMUTAIIMN CTPYKTYPBI CyCTaBOB, KakK 3TO Mpou30nuio B pabore Regnault
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Puc. 4. CocraBnsironire MeKI03BOHKOBOM MOABIKHOCTH B cycTaBe T2-T3 y uenoseka (KA 25).
HeiitpanbHoe nonoxxenue Bua cOOKy (a), BUz cBepxy (T), BUI criepeau (k). BentpanbHas grexcust
(6) m mopcanpHas skcTeH3usi (B). JlarepanbHoe crubanme BineBo (1) u BmpaBo (e). OceBoe
CKpYUYMBaHUE BJIEBO (3) U BIIPaBo (M).

et al., (2021). Tak, ecnu HEHTp BBHIOPAHHOTO T€OMETPUYECKOTO NMPUMUTHBA DPACIIONOXKEH CO
CIABUTOM B CTOPOHY OT MCTHUHHOTO IIEHTpa BpAIICHUS B CyCTaBe, TO PACCTOSHUE MEXKIY HUMHU
HEN30eKHO YUUTHIBACTCS KaK 9acTh BO3MOXHOTO CJIBUTA B CyCTaBe, KOTOPOH Ha caMoM Jiejie He
cymiecTByeT. Mcmonb30BaHme B 3TOM CiIy4ae MOJIOKEHUSI MTHOBEHHBIX [IEHTPOB BPaICHUsT OBLIO
Obl OoJee aJeKBaTHOM MPOIETypOil, Y4eM UCKYCCTBEHHBII BHIOOP T€OMETPUYECKUX MTPUMHUTHUBOB.
Tpetbe U camoe BaKHOE — 3TO BBIOOp cHcTeMbl koopauHaT. [Ipobnema ¢ cucTteMoit KoopaAWHAT
OTCYTCTBYET, €CIIM BpAIEHUE BOKPYI TPEX OPTOTOHAIBHBIX OCEM IMPOUCXOAUT OTHOCHUTEIBHO

OJTHOM M3 JIByX COWJICHEHHBIX KOocTei. OTHAaKO, KOT/Ia MTPOUCXOAUT KOMOMHUPOBAHHOE BPAIIICHHE,
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3Ta CHCTEMa KOOpIMHAT TepseT cMbIci. Hampumep, y exXuaHbl 3a OCb NMPOHAIUH-CYTHUHAIIMH
TUICYCBOM KOCTH OBUIA TIPUHATA OCh, TorepeyHas k teny (Regnault et al., 2021). Oxrako 31O
NPEATNONIIOKEHUE CIPABEIIMBO TOJBKO IMPHU MONEPEYHOM K TEIy IOJO0KEHHH IIEYEBOH KOCTH.
Korga nneuyeBast KOCTh OTKJIOHSIETCS BIIEPE MJIM Ha3all, Ta K€ TpaHCBepcallbHasi OCb CTAHOBUTCS
JUISL TUIEYEBOM KOCTU OCHIO IOJHATHUSA-OIYCKAaHUS B IapacaruTTalbHON IUIOCKOCTH, a HE OCBIO
npoHanuu-cynuHanuu. Korja miuedeBas KOCTh OTKJIOHSIETCSI TOPCAJIbHO WIJIM BEHTPAJIbHO, Ta K€
camasl IIOllepe4yHas OCh CTAHOBHUTCA JJs IUIEYEBOM KOCTH OCBIO MPOTPAKLUH-PETPAKLUHN B
napacaruTTajlbHOU TIIOCKOCTH. YTOOBI H30€XaTh 3TOM NpobieMbl, Oblia pa3paboTaHa KOHIEIIHS
"Cucremsl koopaunat cycraBa" (Joint Coordinate System [JCS]; Grood & Suntay, 1983). B aroii
CHUCTEME KOOpJIMHAT OJHA OCh BpAlllEHHs 3aKpeIUIeHa Ha OJHON KOCTH CycTaBa, a BTOpas OCh
BpALLCHUs - Ha JIPYroil KOCTH, IMO3TOMY 3TH [B€ OCH B3aUMHO HE3aBHCHMBI U, KaK IIPABUJIO,
HEOPTOroHalbHbl. TpeTbs OCh He MpHKpEIUIeHAa HU K OAHOM u3 kocreil. OHa (uykTyupyer,
OCTaBasiCh OPTOTOHAJBLHON K 00euM mpeapinymuM ocsM. [Ipu Takom moaxone eAMHCTBEHHAs
HEOIPE/IEICHHOCTh 3aKJIYaeTcss B TOM, KaKyl0 M3 TpeX aHaTOMHUYECKHX oced (¢uexcus-
9KCTEH3Ms, aJAyKIUA-a0MyKIHsl, TPOHALUA-CyTMHALMA) GUKCUPOBATh K TOM MJIM MHOW KOCTH, a
KaKyl0 OCTaBUTh B KaueCTBE IIaBarolleil ocu. DToT BbIOOp sBisgeTcs ycnoBHbIM (Wu et al., 2002,
2005). JlBe ¢uxcupoBanusie ocu JCS, ecnu OHM MPaBHIBHO PACHOIOKEHBI, COOTBETCTBYIOT
€CTeCTBEHHBIM aHaroMuueckuMm DoF, u mosTtoMy orpaHuueHuss aMmIUIUTYZ COOTBETCTBYIOLIMX
aROM M0xkHO 00BSICHUTH B TEPMUHAX CBA30YHOTIO allfapara U KOCTHBIX orpanuunreseil. Kambic
et al.,, (2017) ymanoce ymauno npumeHuTh Meton JCS st M3MEpeHHs KOMOWMHUPOBAHHOU
MOABMKHOCTH B I1I€€ UHICHKH.

[Ipu pa3genbHOM M3Y4YEHHH TpeX CcocTaBisromux mnoasmwkHocT JCS  aktnuecku
COBIIAJAET C KJIACCUYECKOW OPTOTOHAJIBHOW CHUCTEMOW KOOPAMHAT, 3aKPEIIEHHOW Ha OJHOW W3

JABYX KOCTell B CyCTaBeC. B 1npoBeaecHHOM HMCCISIOBAaHMN MEKITO3BOHKOBAsS ITOJBMIKHOCTH

U3yYyajgach UMEHHO B TPEX OTAECIbHBIX OPTOroHANbHBIX ILTOcKOCTAX: SB. LB 1 AR ROM. D10

pelIeHne CBsI3aHO C MPOIEAYPON KaTuOpPOBKM MOJENH, KOTopas ObUla MpOBEJEHAa Ha OCHOBE
AMEIONINXCS MOJIEIBHEBIX HAaHHEIX in vitro ucciaenoBannii aROM Ha CKeJleTHO-CBSI30YHEIX

nmpenaparax y oBell, CBUHEH, KopoB U yenoBeka (Belyaev et al., 2021a).

1.4 Iloaxoabl K U3yYEHHUIO MEKIIO3BOHKOBO MOABUKHOCTH
Kunemarnka CyCTaBa — 3TO HU3MCHCHHUC B3aWMMHOI'0 IIOJOKCHHA DJJICMCHTOB CKEJICTA,

COWICHEHHBIX MEXIYy cOOOH MPH MOMOIIM CYCTaBa, B MPOIIeCcCe KU3HENEATEIbHOCTH OpraHu3Ma
(Belyaev et al., 2022a). D10 nBUKEHHE UMEET OMPEACICHHYIO aMIUTUTYy niepemenieHus (ROM)
B Kaxmoil crereHn cBoOoabl (DoF) cycraBa. AMIUIMTYIBI JBHXKCHHsS, COBEpIIaecMasi BO BCel
COBOKYITHOCTH >KU3HEHHBIX aKTUBHOCTEH Y Ka)KIOr0 )KHUBOTHOTO, MOKET ObITH CYMMHUpPOBaHa JJIsi
kaxnaou DoF cycraga.
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HccnenoBanus NOABMKHOCTH ITO3BOHOYHHMKA MOYKHO Pa3JeIUTh Ha JIBAa TUIIA B 3aBUCUMOCTHU
OT M3y4aeMOT0 OOBEKTA: SKCTIEPUMEHTHI C KUBBIMH KHUBOTHBIMH U SKCIIEPUMEHTHI Ha ITperaparax
NPEABAPUTEIBHO YMEPLIBIEHHBIX JKUBOTHBIX. B pe3ynbrare 53KCIEPUMEHTOB C JKUBBIMU
XKUBOTHBIMH (in Vivo HCCIENOBaHMSA) MOTYT OBbITh IOJIy4eHbl JaHHble 00 '"HCIOJIb3yeMOM
nuanazone aBwkeHus" (used Range of Motion [uROM]). B skcnepumeHTax ¢ mpenaparamu
MOXKHO M3y4YaTh 'pacmojaraemblii n1uamna3oH aBkeHus" (available Range of Motion [aROM]).
OKCHEpUMEHTSI € ITpenaparaMu KOPPEKTHO Ha3bIBaTh ex Vivo (BHE OpraHNW3Ma) UCCIEI0BaHUAMH,
OZIHAKO B MPO(MUIbHOM MEAMLMHCKON JIUTeparype OHU TPAJAMLMOHHO HA3bIBAIOTCA in Vitro (B
npoOupke) ucciaenoBanusiMu. B 3Toil pabore mcciaenoBaHusi Ha mpenaparax >KUBOTHBIX OyayT
Ha3bIBaThCs B COOTBETCTBUE C UX TPATULMOHHBIM HAMMEHOBAHUEM (i1 Vifro UCCIETOBAHUSIMH).

O0a noaxoaa UMEOT MHOXKECTBO METOMYeCcKUX Bapuanuil. Tak, B in vivo ucciae10BaHUsAX
HOABMKHOCTb MOKET U3Y4aThCs IPU JIBMXKEHUSX OT HEKOTOPOM (PMKCUPOBAHHOM O3B y YEJIOBEKA
(marmpumep, Gregerson & Lucas, 1967), npu nuxennn Ha OeroBoii qopoxke (Hanpumep, Hausler
et al., 2001), unu npu pazHOOOpPa3HBIX ABMXKEHUSAX B IMPOCTPAHCTBE JIabopaTopuu (Hampumep,
Wood et al., 1992). 3mepenne aMILIUTY/I MOJBIKHOCTH MOXKET OCYIIECTBIIATHCS MPU TTOMOITH
¢dukcanuu MapkepoB Ha koxe (Hanpumep, Wennerstrand et al., 2009), uMIutanTanuu MapkepoB Ha
OynaBkax Illtaiimanna (Steinmann pins) B OCTUCTBIE OTPOCTKH MO3BOHKOB (Hampumep, Faber et
al., 2000), porockomupoBaHusl 3anvcu BuaeopeHTrena (Hampumep, Schilling & Hackert, 2006),
POTOCKOMIMPOBAHUS BUACOPEHITIEHA U MOJIETTMPOBAHUS PACTIONOKEHUS KOCcTel ¢ nmoMouipro CT-
moneneit (Wachs et al., 2016). B in vitro uccienoBaHusx MOJBHKHOCTD MPENAapaToOB MOXKET OBITh
U3MepeHa Ha Pa3HbIX ATanax MmoAroroBku obpasma. "Ocreonornueckuit aROM" u3mepsiercss Ha
cyxux Koctsax (Hanpumep, Werneburg et al., 2014); "cunnecmonorunuecknii aROM" m3mepsiercs
Ha KOCTHO-CBSI30YHBIX Iperaparax C COXPAHEHHBIMH in Sifu KalCyJlaMH CyCTaBOB U CBSI3KaMU
(manpumep, Wilke et al., 1997a, c); "mMuonorumdeckuit aROM" m3mepsieTcs Ha mpemaparax ¢
COXpaHEHHBIMHU i1 Situ CBSA3KaMHM M MblIIIaMu (Hampumep, [punpimmba u np., 2016); "aROM
BCEro Tenma'" u3MepsieTcs Ha IEeJION TYIIKe MEpTBOTO KMBOTHOTO (Hampumep, Matsumoto et al.,
2022). ®ukcanus NOABMKHOCTH MOXKET OCYIIECTBIISATHCS C MOMOUIBIO (PUKCAIIUU TTepEMEIICHNUS
MapKepoB, YCTAaHOBJIIEHHBIX Ha MO3BOHKAX C MOMOIIbIO (hororpaduii (Hanmpumep, Townsend et al.,
1983), 3amepoB Ha pEeHTTEHOBCKUX CHUMKax (Hanpumep, [Ibuisimuyk, 1975), 3aMepoB ¢ MOMOIIBI0
CHeNHaIbHBIX CTAaHKOB JUisi crubanus (Hanpumep, Gal, 1993), ctaHkoB A1 3aMepOB aMILTUTY]I B
TpEX HaIlpaBJIEHUAX MOJBUKHOCTHU NpH (puKkcupoBaHHOM Harpy3ke (Hanpumep, Wilke et al., 2011).

[TorenumansHo Bce 3T ROM MoryT pasnugarscsi Mexay co0oil. OnHako, Mbl CUUTaeM
Han0oJee BEPOSTHBIMH CIIEIYIOLINE COOTHOIICHUS:

aROM =uROM [1]

cuaaecmonornueckuii aROM = muonorndeckuit aROM = aROM Bcero Tena [2]
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cunnecmonorndeckuii aROM < ocreonornueckuit aROM [3]

CootHomienue [1] o6o3HauaeT, 4TO CyCTaB HE MOXKET UMETh TAKUX TOJOKEHUU, KOTOPHIE
JOTIYCKaloTCs ero MopGoJorueil U CBSI30YHBIM ariaparoM, HO HHUKOT/AA HE UCHOJIb3YIOTCS MpH
JKU3HU. Y €CTECTBEHHOTO OTOOpa HET MEXaHH3MOB Il (POPMHUPOBAHHS JIOTOTHUTEIHLHOTO
pasmaxa MOJIBMKHOCTH, KOTOPBIA HUKOI/IA HE MCIIONB3yeTCsl mpu Ku3HH. EcTecTBeHHBIH 0TOOD
MOYKET IOJJICPKUBATH TOJIBKO TO, YTO PETYJISPHO MCIONIB3yeTcs. B 00miem cirydae eCcTeCTBEHHBIN
0TOOp JOJKEH ACWCTBOBATh MPOTHUB HEUCIIONB3YeMOW MOJBUKHOCTU, MOCKOJIBKY MOCIETHSS
TpeOyeT pacxofa AOMOIHUTEIBHBIX PECYpCOB B BHJE HM30BITOYHON UIMHBI BOJOKOH MBI U
CBSI30K, U YBEITUUCHUU Pa3MEPOB CYCTABHBIX TOBEPXHOCTEH KOCTEH.

dakThYecKas COCTOSTECILHOCTh COOTHOIICHHMsS [l] OCHOBBIBAaeTCS Ha CpaBHCHHHU
pesyabratoB in vivo (WUROM) u in vitro (aROM) uccrnenoBanuii OMOMEXaHUKH TTO3BOHOYHUKA
yenoBeka (Belyaev et al., 2021a). YenoBek siBisieTcss Hauboee MOAXOMSIIAM OOBEKTOM st
MOJOOHBIX CpPAaBHEHUH, MOCKOIBKY TONBKO JIOAM B JIAOOPATOPHBIX YCIOBHSIX CIHOCOOHBI
JTOOPOBOJIBHO TMPOJEMOHCTPUPOBATh HambOosiee MOJHBIM pazmMax UROM, uto HEOOXOMUMO ISt
KoppekTHoro cpaBHeHusi ¢ aROM. HawulGonee wucciaenoBaHHBIM OTAEIOM TO3BOHOYHHUKA Y
YeNoBeKa SIBIAETCS MOSICHUYHBINA. Kak moka3pIBatOT SKCIepUMEHThI, aMuinTyasl aROM (White et
al., 1978; Yamamoto et al., 1989, 1992; Panjabi et al., 1994, 2001) u uROM (Pearcy et al., 1984;
Plamondon et al., 1988; Hayes et al., 1989; Rozumalski et al., 2008) B mosicHu4HOM OTIENE Y
yenoBeka oueHb 0mu3ku (Puc. 5) Bo Bcex Tpex DoF, uto comtacyercs ¢ TEOpeTHUECKH 0KHUTaeMbIM
OTCYTCTBHEM HEHCIOIb3yeMOM MOIBMKHOCTH. B HEKOTOPBIX cycTaBax aMIuiUTyasl UROM naxe
BhIie, yemM aROM (cMm. nannsie SB uROM B L1-L4, nmpencrasinennsie Rozumalski et al., 2008).
DT0 MOXKET OBITh CBS3aHO C BO3PACTOM MCCIIEAYEMBIX JIFONIEH. [n vitro NcCIeIOBaHUS TIOUTH BCET/Ia
MIPOBOJISITCS HA MIO3BOHOYHBIX CTOJ0AX JIIOAEH YMEPIINX OT CTapOCTH (CpeaHuit Bo3pacT 51 rogy
Panjabi et al., 1994). B ominuue ot 31010, in1 Vivo UCCAEA0OBaHMS MPOBOIUIMCH Ha 00JIee MOJIOIBIX
monsx (cpemnuit Bozpact 29,5 ner y Pearcy et al., 1984 u 25 net y Plamondon et al., 1988). IIpu
CpPaBHEHHH C APYTUMU UcclieqoBanusMu ganabie 1o AR uROM, npeacrasnennsie Rozumalski et
al., (2008), mpencTaBnsAOTCS 3aBHINICHHBIMH. OJTO PACXOXKIACHHUE MOXET OBITh CBS3aHO C
Pa3IMYHBIMH MTOX0JAMH, UCIIOIB3YEMBIMU JIJISI U3MEPEHUS POTAILIUU B i1 ViVO UCCIIEIOBAHUAX U3-
3a 0c000# CIIOKHOCTH KOTMYECTBEHHOM olleHKH Toi DoF.

CootHomenue [2] moapazyMeBaeT, 4To TOJIBKO MOP(HOIOTHs KOCTEH U CBA30YHBIN ammapar
OrpaHNYMBaAOT aMIuUTyly aROM, B OTiauM4yue OT MBIIII, KOKH M JPYTUX MSITKHX TKaHEM.
TeopeTnyecku, aMIUTUTYAbl B CyCTaBaX, HOKPHITHIX MBIIIIIAMH, KOXKEH U T.1I., TOJDKHBI COBIAAAThH
C OTpaHUYCHUSMHU, HAKIAJbIBAEMBIMH CYCTAaBHBIMH CBSI3KaMH U KocTsmu. Kak u B ciydae ¢

COOTHOLIEHHUEM [ 1], MOXKHO CKa3aTh, UTO HUKAKKHE (PAKTOPHI OTOOpa HE MOTJIN CO3/1aTh CBSI30YHbIE
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Puc. 5. CpaBHeHHne omnmyOJIMKOBaHHBIX JaHHBIX MO aMIUIUTyAaM in vivo aBuwxeHuid (UROM,
KpacHble JTUHHUM) W in vitro noaBmwkHOcTH (aROM, cuHHMe NMHWHM) B TOSCHUYHOH o0nacTu
yenoBeka (RfL cycrasr). [To ocu abcIiice pacoiokeHbl CyCTaBhl, IO OCH OPJMHAT aMILTUTY/IA
nonBwkHOcTH. U3 Belyaev et al., 2021a ¢ u3meneHusmMu.
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WJIH KOCTHBIC OTPAaHUYUTENH JIBUKEHHSI, KOTOPhIE OBl OTPAHUYUBAIH AMILTUTY/Y ITOJABHKHOCTH B
CyCTaBe 3a [IpeielaM1 Iana3oHa COKpaleHHsI COOTBETCTBYIOILINX MBIIIIIL M PACTSKUMOCTH KOXKU.
@DaKTUYECKUM MOATBEPKICHUEM JTOTO COOTHOUICHMS SIBJSIOTCS YK€ YKa3aHHbIE BBIIIE
HCCJIEIOBAHUS TTO3BOHOYHHMKA YENIOBEKa Ha KOCTHO-CBSI30YHBIX Mperaparax M y >KUBBIX JIONEH.
OnHako CymIecTBYET psijl UCCIECAOBAHMIA, KOTOPbIE, Ka3aJ0Ch Obl, OIPOBEPTAIOT 3TO YTBEPXKICHHUE
(manmpumep, Cobley et al., 2013). B atux padotax mokazaHo, 4TO B IIpOLeCCEe MPEmapupoOBaHUS
oOpa3lia ¥ MOCJIeOBaTEIbHOE YJAJIeHHE KOXKH W MBILII] MPOUCXOIUT YBEIHMUYEHUE AMILTUTY]L
aROM. Hamn onbIT MaHUMYNSAUNA ¢ MEPTBBIMU KUBOTHBIMH TOKa3bIBA€T, YTO TAKOW pE3yabTarT
BbI3BaH TPYIHBIM OKOYEHEHUeM (rigor mortis). llpn >XuW3HM MBI 00ECIEUYUBAIOT
NOJBMKHOCTb, a HE OrpaHuyuBaroT ee. Cpasy IOCiIe CMEpPTH MBILIIbLI OCTAIOTCS aOCOIIOTHO
MOJATIMBBIMHU, TaK K€, KaK M KOXa, U JAPyrue Msrkue TkaHu. B nanpHeiinieMm, 4ToObl MOTYyYUTh
IpU 3aMepe IOJABIKHOCTM Ha IIpernapare IOJIHYH aMIUIMTYAY, COOTBETCTBYIOIIYIO
curnecmosnornyeckomy aROM 6e3 mpenapupoBaHusi, CYCTaBbl >KMBOTHOTO HEOOXOJMMO
THIATEIbHO Pa3MsTh, CruOasi U3 BO BCEX HANPABICHUSX B TEUEHUE HECKOJIbKUX MUHYT. BaxHOCTD
3TOM TPOIEAYPHl XOPOIIO WUIKOCTPUPYETCS CpaBHEHUEM JIByX HccieaoBaHuid aROM B miee
cTpayca. B ynomsaytom Bhitie uccrnenoBanuu M. Koomnu u xomser (Cobley et al., 2013, Puc. 2 B
3TOM craTthe) 3HaueHuss SB aROM nocnenoBaTenpHO YBEIUYUBAINCH 110 MEPE YAAJIEHUS KOXKU U
MbIiI. ToJpKO MOCIe TOro, Kak ObLIN yAasieHbl Bce Mblbl meu (Puc. 2 E), npodunn aMmmiutyast
CTaJIy ITOYTH UJCHTUYHBIMH, a UX 3HAYCHUSA TakKuMH ke Oonpmmmu, kak SB aROM Bcero tena,
nu3ydeHHsie B apyrom uccienoBanuu (Dzemski & Christian, 2007, Puc. 7 A B 3T0i#l cTarhe).
OueBunHo, uro I'. J[3emcku u A. Kpructuan npoBeny NOATOTOBUTEIbHBIE MPOLIEYPhl HA MOJIHON
niee crpayca 0osnee cepbe3Ho, ueM M. Kobnu u koseru.

Hcnonb3oBanue s 3amepoB aROM mpenaparoB, OYMINEHHBIX OT MBIIIL, SIBJISAETCS
MPEINOYTUTEIBHBIM MIEpe]] HEOUUIICHHBIMU TpenaparaMyd MOTOMY, YTO MYCKyJaTypa CKpbIBaeT
CYyCTaBHBIE TIOBEPXHOCTHM OT OJKCIEpUMEHTaropa. l3-3a 4ero wuccienoBarelb HE MOXKET
MPOKOHTPOJIUPOBATH, YTOOBI CYCTaBhl OBLIM COWICHEHBI TaK K€ TOYHO, KaK 3TO ObLIO ObI Mpu
JKU3HU.

CootHomrenue [3] o0o3HauaeT, 4TO MOABMKHOCTH B CyCTaBaX OrpaHUYEHA HE TOJBKO
KOCTHBIMHU, HO M CBSI30YHBIMU OTPAaHUYHUTENSIMHU, padoTaromuMu coBMecTHO. [Ipu oTcyTcTBUM
nocyieHUX paboTaroT Toiabko mnepBele. IloaTromy octeonornueckuii aROM, u3mepeHHBIH Ha
CycTaBe, JIMIIEHHOM CBSI30YHBIX CTOTIOPOB, Oonbie, 4em cuHaecmonornueckuii aROM. D10
CTAHOBHTCSI OCOOCHHO OUEBUIHBIM IS ABMYKEHUH, Y KOTOPBIX HET KOCTHBIX CTOMOPOB (HAIIpUMep,
BEHTPAIBbHOM (PrIeKCHU B MEKIIO3BOHKOBOM CYCTaBe WJIHM CrMOaHHE B TJICYEBOM CYCTaBe).

Awmmutyna aROM B cycTaBe MOXKET OBITH HE TOJIBKO U3MEPEHA, HO U orleHeHa. CyIecTByeT

JIBa OCHOBHBIX TIOJIXOMa K MOJCIUPOBAHUIO TIOABMIKHOCTH — Mopdomerpus u in silico
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MojJenupoBanue. B cBoo ouepenb, MoOppOMETpHUUECKHE TOAXOABI MOXKHO pa3leIuTh Ha
KOppesuuoHHbIH (Hanmpumep, Porter et al., 2009) n mexanuctuueckuii (Hanpumep, KysHenos u
Tepemenko, 2010) meTozsl. In silico moaxonbl — HA MAHUMYJIHPOBaHUU 3D MOIIEIIMHU TTO3BOHKOB
0 3apaHee OrOBOpPEHHOMY MpoTokony (Hampumep, Krings et al., 2017), MeToq reoMeTpuyeCcKux
NpUMUTHBOB (Hanpumep, Jones et al., 2021) u finite element analysis (Hanpumep, DeVries Watson
et al.,, 2014). Eme omHuM KOpPPEISIITMOHHBIM TOIXOAOM SIBIISIETCS MOJENb NpemiokeHHas U.
BepueOyprom u komneramu (Werneburg et al., 2014), B KoTopoii nipencraBiieHa OMHOMUATIbHAS
perpeccusi mexay octeonormueckum aROM u aROM Bcero tena (OLlEHEHHBIM Ha JKUBBIX U
MEPTBBIX Yeperaxax) JUisl IEeHHBIX CyCTaBOB Y Pa3iUYHbIX COBPEMEHHBIX uepenax. Kaxnapii u3
OTIMCAHHBIX MMOAXO00B UMEET CBOM HENOCTATKH. MaHUMYIISIIIUS OCTABISIET 0Y€Hbh MHOTO CBOOO/IBI
JUIsL UCCTIeloBaTensi M JIEMOHCTPUPYET CHUJIBHO 3aBBIIICHHYIO AaMIUTUTYLy IOJBHXKHOCTH.
Koppensuuonnas MmopdomeTpus He BAAETCS B BOIMPOCHI MPUYUHHO-CIEACTBEHHON B3aMMOCBSI3U
MOp(hOJIOTHH W TOABMKHOCTH. MEXaHHCTUYECKass OCTEOMeTpHus TpeOyeT KaauOpoBKU C
WCITOJIb30BAaHUEM MOJIEIBHBIX JTAaHHBIX 10 MOABMKHOCTH. METO T€OMETPHUUECKUX MPUMHUTHBOB
3aBHCUT OT THUIA, pa3Mepa M IMOJIOKEHUS TeOMETPHUYECKUX MPUMHUTHBOB, BBIOpAHHBIX IS
MOZIETUPOBAHUSI CyCTaBHBIX MOBepxHOcTel kocrell. Finite element analysis TpeOyer GosbIoro
MacCHBa JIAHHBIX O CBOMCTBaX 00ObEKTA B KAUECTBE BXOAHBIX JIAHHBIX.

Kaxxmprit 13 3THX MOIX0A0B UMEET CBOM IUTFOCHI 1 MHUHYCHI. 3aMETHBIM OTIIMYMEM METO/Ia
TEOMETPUYECKUX MPUMHUTUBOB SIBJIIETCSA TO, UTO OH OLIEHWBaeT octeosnornyeckuiit aROM, B To
BpeMs KaK TpU JAPYyrHX TOaXo/aa oreHuBarT cuHaecMmonorudeckuii aROM (KysHenoB u

Tepemenko, 2010; DeVries Watson et al., 2014) wiu gasxxe uROM (Porter et al., 2009).

1.5 Ucnmonib3yeMble COKpalICHUSA
Otnenbl 1o3BoHOYHOTO ctonba: C — mieinbnd, T — rpymHol, L — moscHU4HBIA, S —

KpecTuoBbId. Uuciio mepen OykBoil 00O3Ha4aeT 4YMCIO MO3BOHKOB: Hampumep, 7C+13T+6L
0003Ha4YaeT MO3BOHOUHYIO (DOPMYITY C CEMBIO MEHHBIMH, 13 IpyAHBIMU U MIECTHIO MOICHUYHBIMU
no3BoHKamH. Yuciao nocie OykBbl 0003Ha4aeT HOMEpP MO3BOHKA B COOTBETCTBYIOIEM OTAEE:
Harpumep, C4 o603HavaeT YETBEPTHIN MICHHBIN TO3BOHOK.

Tumnebl dacetok B cycraBax suranoduson: Rf — paguansusie, Tf — Tanrennuansabie, RfL —

paauanbHbie ¢ 3aMKoM. KpecTiioBslii cycraB OyneT o0o3Hadarbes LS (ot lumbosacral joint).

CocraBagonpe MEKIIO3BOHKOBOM MOABMKHOCTU: SB — carurranpHas ruOkocth, LB —

JaTepalibHas THOKOCTh, AR — oceBoe ckpyunBaHHE.
ROM — nmuanazon newxkenus, aROM — pacnonaraeMblii quana3oH aBukeHus, uROM —
WCIIOJIb3YyEeMbIH JUarna3oH ABUKCHHS.

Mysen u uHCcTUTYTH: IEE — WHCcTHTyT IlpobGnem Oxomormu m OBomroruu um. A.H.

CesepuoBa Poccuiickoii Akagemun Hayk (MI193 PAH), Mocksa; KA — Kadenpa antpononoruu
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Mockosckoro I'ocynapcrBenHoro Yausepcurera uMm. M.B. Jlomonocosa (MI'Y), Mocksa; NMW
— My3e#t ecrectBo3Hanusi, Bena, ABctpus; RMCA — Koponesckuit myseit LleHTpanbHOit
Adpuku, TepsropeH, bensrusi; RZ — 3oomapk PocroBa-na-Jlony, PocroB-na-Jlony; ZIN —
3oonornueckuit Unctutyt Poccuiickoit Akagemun Hayk (3UH PAH), Cankr-IletepOypr; ZMMU
— 3oonoruueckuii My3eil MOCKOBCKOTO TIOCYIapCTBEHHOIO YyHuBepcurera umenu M. B.

Jlomonocosa (3MMY), Mockaa
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INIABA 2. OBOCHOBAHUE MEXAHUCTUYECKOI'O
HOAXOJA K U3YUEHUIO MEKITO3BOHKOBOU
HOABUKHOCTHU

2.1 Hnpes MexaHUCTHUYECKOU MOIEIH
HI[CH MeXﬁHHCTHqCCKOﬁ MOACIIN IJId I/ISYIICHI/IH MCX(HOSBOHKOBOﬁ IIOABUKHOCTHU OCHOBAHa

Ha npuniune JKopxxa KioBbe 0 cooTHOImIEHUsX yacTeil. OCHOBHOM T'MIIOTE30M MOJENHU SBISETCS
IPEATONIOKEHHE O TOM, YTO TACCUBHBIE CTPYKTYPHI, ONlpeaesisitoniie aMintyny aROM, a uMeHHO
T€OMETPHsI COWICHOBHBIX OTPOCTKOB ITO3BOHKOB W CBSI30YHBIM ammapar, JOCTaTOYHO TOYHO
NOJOTHAHBI JAPYr K JApyry. Pa3mep cCycTaBHBIX IOBEpXHOCTEH HE BBIXOAWUT 3a IMPEIeIbl,
YCTaHOBJICHHbIC CBA3KAaMH, a CBS3KM HE UMEIOT YPEe3MEpPHOM IJIMHBI, KOTOpas IMO3BOJIMTIA Obl
CYCTaBHBIM IOBEPXHOCTSM IMOTEPATh KOHTAKT APYr ¢ ApyroM. To ke camoe OTHOCUTCS U K
BJIIMSIHUIO HA MEKITO3BOHKOBYIO MOABIKHOCTD HAJIHYHUS U OTCYTCTBUS pedep, TO €CTh TeOMETpHs
CYCTaBHBIX (PacETOK TPyAHOTO OTJIENa COOTBETCTBYET IOIBMXHOCTH TTO3BOHOYHOTO CTOJI0A Kak
YaCTH LEJIOCTHOM TPYJTHOM KIIETKH.

MexaHUCTHUeCKUH TOAXO0M K MEKIIO3BOHKOBOM TOABM)KHOCTM OCHOBAaH Ha psfe
knaccuaeckux uccnenosanuit (Fick, 1904, 1910, 1911; Rockwell et al., 1938; Gregersen & Lucas,
1967). Monens mpeamnosiaraeT, 4TO Yroj BpallleHHUs] B CyCTaBe MPEACTaBIseT cOO0N OTHOIIICHUE
JUIMHBI JYTH BpAallEHUS K PajuyCy BpalleHUS U MOXET ObITh HM3y4€H Ha OCHOBE MPOCTOU
OCTEOMETPHH MO3BOHKOB. [IepBast MOMbITKA CO3aHUSI MEXaHUCTHYECKON MOJIENIN, OCHOBAaHHOH Ha
Mop$oJIOTHH TTO3BOHKOB, OblTa ipeanpuHaTa b. 3apaukom (Zarnik, 1926), KOTOpHbIii HCTIONB30Ba
MOP(OJIOTHIO CyCTaBa MEKAY JBYMS TO3BOHKaMH KaK OCHOBY JUISI PEKOHCTPYKITHIA TTOIBUKHOCTH.
Opnako mpenesnsl JABWKEHUS ‘BHYTpU MOPGOIOTUH MEKIO3BOHKOBOTO CycTaBa y 3apHHUKa
OCTaBaJMCh MOJMHOCThIO yMo3puTenbHbiMU. B.C. Tepemenko (1991) Obuto mnpemioxeHO
¢dopmanu3oBaTh Tpoueaypy pacdera ammuTyasl aROM B cycraBe ¢ THOMOIIBIO 3aMEpOB
MIO3BOHKOB W TPUTOHOMeTpHuYecKuX (opmyin. JlaHHas Monens Obuta pazpaboTaHa U OICHKH
MOJBMKHOCTH y HCKOIMAEMOro poratoro AWHO3aBpa Protoceratops andrewsi (Granger and
Gregory, 1923). Od4eBUAHBIM HENOCTATKOM TOJYYEHHOW MOJENU SBISIACh HEBO3MOXXHOCTH
IPOBEPUTH BAMTHOCTH U HAJISKHOCTD IMOJTyYaeMbIX C TOMOIIBIO Hee pe3ynbratoB. B padore A.H.
Ky3uenosa u B.C. Tepemenko (2010) 6bl1a mpoBeieHa BaJIUJAIMS MEXaHUCTUYECKON MOJIEIH ISt
pacueta aROM B cycTaBax, COETUHEHHBIX MEKIIO3BOHKOBBIMU TUCKAMHU, HA OCHOBE MOJIEJIbHBIX
JTAHHBIX 10 MEKIO3BOHKOBOM MOABM)KHOCTH, MOJYYEHHBIX B in Vitro UCCIEJOBAHUSIX CKEJIETHO-
CBSI30YHBIX IpenapaToB mo3BoHouHUKa OBITEI (Wilke et al., 1997a). KaimbGpoBka Mmoenu mokaszana,
YTO MEXAaHUCTHYECKHM MOIXOJ NEUCTBUTENBHO MO3BOJSET C JOCTATOYHO BBICOKOHW TOUYHOCTHIO

onieHuBaTh aMIUIUTyabl SB aROM Bo BceM mpeakpecTioBoM oTaele no3BoHouHnka 1 LB aROM
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B cycTaBax LieitHoro oraena. Ognaxo, ammintyasl LB aROM B TynoBumHoi yacTv N03BOHOYHUKA
u AR aROM Bo BceM NMpeaKpecTIIOBOM OT/EII€ OCTATUCh HEAOCTYITHBIMU JJIS pacyeTa.

Hakonern, B coBmecTHOM wmccienoBanun aBtopa padotel (Belyaev et al.,, 2021a) Opuia
mpousBefeHa JopaboTka W BaluAalus MOAENU JUIS pacdyeTa BCEX TPeX COCTABISIFOIIMX
MEKIIO3BOHKOBOW TOABMKHOCTH BO BCEX OTAENAaX MPEIKPECTHOBOM 4YacTh COuHbL. s
KaJIMOPOBKM MOjIeNIM ObUIM MCTIOJIB30BaHbl HanOoJee TouHble oneHKn aROM, mony4eHHbIe Kak
nOOOYHBIM MPOAYKT MEAMIMHCKHX HCCJIEOBAaHUNA OHOMEXaHUKM MO3BOHOYHMKA 4YEJIOBEKa,
CBOWCTB MEXIO3BOHKOBBIX JMCKOB, HAPYLIECHUNA U UX OpToneauueckor koppekiuu (Smit, 2002;
Szotek et al., 2004; Alini et al., 2008). B 3Tux uccienoBaHUsSX MPUBOAATCS TOYHBIC YUCIIOBHIC
naHHble 00 aROM Bo Bcex Tpex HanpaBlEHUSX MOABMXKHOCTH C KOHTPOJIUPYEMOW BEIMYMHOU
KpYyTSIIEr0 MOMEHTa Uil KaXXIOro MpEeAKPECTLHOBOIO CycTaBa II03BOHOYHMKA. l3yueHue
MOJBMKHOCTU TpPOUCXoAUT Ha Tak Ha3eiBaeMbix FSU (functional spinal units), xotopsie
MPEACTABISIIOT COOO0W Mapbl WK TPOMKH MO3BOHKOB, OUMILIEHHBIX OT MBI, HO COXPAHUBIIMX B
[EJIOCTHOCTH BECh CKEJIETHO-CBS30YHBIM armapar. 3aMepbl TOABWKHOCTA W KOHTPOJIb 32
KPYTALIMM MOMEHTOM OOECIEUMBAETCs TNMPUMEHEHHEeM crheluaibHbiX craHkoB (Puc. 6). B
KaueCTBE MOJICJIBHBIX KUBOTHBIX /JIs KaJTHMOPOBKM MOJETH OBLIO HCIOIB30BAHO TPH BHJA
MAPHOKOIIBITHBIX U YEJIOBEK.

Ha3nauenneM MEXaHUCTHYECKOM MONIETH JJIsi OICHKHA TIOJABIKHOCTH  SIBIISIETCS
MPEOJIOJICHNE OTPAaHUYCHUS HCCIICIOBAHUN, B KOTOPBHIX MPOUCXOMSIT 3aMephl MOJIBIKHOCTU B
MEXKITO3BOHKOBBIX CycTaBax. MeToaudeckas CIOKHOCTh B NMPOBEACHUM TAKMX HCCIIEIOBAaHUN U
POOJIEMBI C TOCTYIMTHOCTBIO JIsl SKCIIEPUMEHTOB MHOTUX KUBOTHBIX CHIILHO OTPAaHUYHBAIU CaMy
BO3MOXKHOCTh CPAaBHUTEIILHOTO aHanmu3a. Jlumb B peakux padorax (ITeuieimuyk, 1975; Gal, 1993)
MOJIBIDKHOCTH TMO3BOHOYHHUKA M3ydanach Oojee 4eM y OIHOTO BHIa. MexaHucTtuueckas MOJAeb
JUIIIEHA STHUX HEJOCTATKOB, MOCKOJBKY pa3padoTaHa [Uisl MPUMEHEHHUS Ha CyXUX CKelleTax,
KOTOpBIE B OOJIBIIIOM KOJIMYECTBE XPAHSATCS B My3€HHBIX KOJJIEKIUAX. PaboTa ¢ cyxumu ckeneraMu
MO3BOJISIET C IIUPOKUM OXBATOM HM3y4aTh KaK COBPEMEHHBIX MIIEKOMTUTAIOIINX, BKITIOUAsl YEJIOBEKa,
TaK M WX BBIMEPIIUX MPEAINICCTBEHHUKOB. JTO OTKPBIBAET BO3MOXHOCTH JJISi MCCIIEIOBAHUS
MOJIOBBIX, BO3PACTHBIX M reorpadUyecKkux Bapualdii, a Takke MaTOJOTUYECKUX HApYIICHUN B

MOABUKHOCTHU CyCTaBOB.
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Puc. 6. CraHok s 3aMepOB aMIUIMTYAbl JBUXKEHUS MEXKAY JBYyMs IOCIEIOBATEIbHBIMU
MO3BOHKAMH Ha CKEJIETHO-CBSI30YHBIX Ipenaparax mpou3Boaut 3amep aROM B cyctaBe T10-T11
y uenoBeka (u3 Wilke et al., 2017).

2.2 MarepuaJji ¥ 3TaJIOHHbIE JaHHbIE 1JI KAJTUOPOBKH MOJEJH
I[J'I?I pacu€Tta aMIUIMTyd TIOABHKHOCTH Ha CYXOM OCTCOJIOTMYCCKOM  MaTrcpualic

WCITOJIB30BAJIOCH IIECTHA/IIATh MOJHBIX MMO3BOHOYHBIX CTOJI00B (JieBast 4acTh Tabmuiel 1). Bech
W3YYCHHBIA MaTepHua MPEACTaBICH CKEJIETaMH B3POCIBIX 0COOEH.

B kauecTBe MOJENBHBIX (ITAJOHHBIX) NAHHBIX IJI1 KaJIUOPOBKH pazpaboTaHHOW MOJIENH
OBLITM UCIIONIb30BaHbI PE3YIBTATHI 3aMEPOB TPEX COCTABIISIONINX MEXKITO3BOHKOBON TOJBUKHOCTH
(SB, LB 1 AR aROM) npu (puKCUpOBaHHOW HArpy3ke Ha CKEJIETHO-CBSI30YHBIX Iperaparax y
yenoBeka (Yamamoto et al., 1989, Wen et al., 1993, Wilke et al., 2017), ous (Wilke et al., 1997a),
ceunbu (Wilke et al., 2011), u kopoBsl (Wilke et al., 19978) (mpaBas uacts Tabnuus! 1). Yucio

oco0eil Ha cyCcTaB cpely MCCIEAOBAHHBIX MIIEKOMUTAIONIUX COCTABISACT: 6 ISl KOMBITHBIX; 8-15
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i meiinoro (Wen et al., 1993), 6-7 mna rpyanoro (Wilke et al., 2017), 10 mist mosicHUYHOTO
otnena y denoBeka (Yamamoto et al., 1989). MonenpHBIC JaHHBIE O TIOJBUKHOCTH B COYIICHCHUN
MOCJIEHETO MOSICHUYHOTO MO3BOHKA U KPECTIa UMEIOTCS TOJIBKO JUTsl yenoBeka (Yamamoto et al.,
1989). Y kopoB MozenbHbIC TaHHBIE TIPECTABICHbI TOJBKO /1715 yuacTka T6-L6 (Wilke et al., 1997
B).

Bce paccuntannsie B 3Toit padbore 3HaueHuss aROM SBISAIOTCS aMIUIMTYJaMU TTOJIBUYKHOCTH
s SB 310 cymMMa BeHTpasibHOU (priekcMU U OpcalibHOM dKcTeH3uH, a 11 LB u AR — cymma

COOTBCTCTBYHOLIUX JBH>KEHHMH BJIEBO U BIIpaBO.

Tab6auua 1 Marepuai, HCIIOIb30BAHHBIH JIJ1s1 000CHOBAaHUS TPUTOHOMETPUUECKUX (popmMy

KomnekmuoHHbI# Bospact SB, LB, AR MonienbHbIe TaHHBIC
Bun [Ton v— ” =
HOMED (rozp1) [ efinpIi I'pynHoit TTosicHuYHbIH
KA 25 M ~20-25 Wen etal., 1993 | Wilke etal.,, 2017 | Yamamoto et al.,
KA5 M ~30-35 n=8-15 n=6-7 1989
Homo sapiens KA 36 M =20-25 | M=+1.5-4.5Nm M=+7.5 Nm n=10
KA 20 M =20-25 A=44-87 ner A=40-80 ner M=+10 Nm
KA 38 M ~30-40 (cpenusis 66) (cpennsist 57)
ZIN 11693 M N/A Wilke et al., 1997a
ZIN 11694 M N/A n=6
Ovis aries ZIN 11864 M N/A M=+2.5 Nm B meiiHom, M=+7.5 Nm B rpyIHoM U
ZMMU S-102061 XK N/A MTOSICHUYHOM OTJIeax
1EE 2964 K N/A A=4 ner
ZMMU S-106943 | N/A N/A Wilke et al., 2011
ZIN 16901 N/A N/A n=6
Sus scrofa ZIN 10485 N/A N/A M=+£2.5 Nm B meiiHom, M=+7.5 Nm B rpyIHoM U
IEE 1633 NA | NA o e
=6 MecsIeB
ZMMU $-102026 | K | N/A Wilke ertﬁé’ 1997¢
Bos taurus N/A
M=+£7.5 Nm
1IEE 1932 XK N/A A=12-16 Hexens
n — 9rcio ocobeid Ha cycTtaB; M — mpuiaraemas cuia; A — Bospacr.

2.2.1 Uckmrouenue Cervus elaphus u3 yncjia MoaeJbHbBIX })KUBOTHBIX
W3 gmnciia MOJETbHBIX KUBOTHBIX, HCIIOJIB3YEMBIX JIJISl KATHOPOBKU (OPMYIT, OBLIT HCKITFOUCH

6naroponubiii onenp (Kumar et al., 2002). IlpuBeneHHble MO 3TOMY >KHBOTHOMY JaHHbIE
BBI3BIBAIOT COMHEHHUS B CBOCH BAJMJIHOCTH M HE COIVIACYIOTCS C aMIUTMTYIaMH TTOJABHKHOCTH Y
IpYyTUX MOJENbHBIX 00bekTOB. Cpenauii SB aROM B rpyaHOoM oTnene y 61aropogHOro OJeHS
(Kumar et al., 2002) 3Ha4UTEIBHO BHIIIE, Y€M Yy OCTAIBHBIX MOAEIbHBIX 00bekTOB (Wilke et al.,
1997a, c, 2011, 2017): 11,5° npotus 4,5-8°. Pazmax moIBMKHOCTH Y OJICHS KpaifHE HEYCTONYMB:
aMIuiMTyaa Mensiercs ot 6,4° no 16,3° npotus 3,8-4,7° y kopoBsl, 5,1-9,8° y cBunbH, 4,5-8,1° y
OBIIBIL, 5,6-8,1° y uenoseka. [loxBmwxkHocTh Ha npoTsokeHun T1-T8 Beicokas (ROM ot 10,8° o
15°), 3arem BaBoe nagaeT Ha yuacTtke T8-T10 (6,7° u 7,2°), 3aTem BHOBB BIiBO€ Bo3pacTaet Ha T10-
T12 (12,4° u 16,3°) u BHOBb magaeT BuBoe B cycraBe T112-T13 (6,4°). [lomoOHas xapTuHa HE

XapaKTepHa Oonee HU AJIL KOO0 M3 HUCCIICAOBAHHBIX JKMBOTHBIX U HE COITIACYCTCS C pacuUCTaMU
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MOJBMKHOCTH, OCHOBaHHBIMH HA CKEJIETHOM MaTepuaie W3yYeHHBIX HAMH TpeICTaBUTENCH
oneHbux (Alces alces, Capreolus capreolus, Cervus elaphus, Rangifer tarandus).

Taxke HEZOCTOBEpHBIMH BBIVISIASAT 3aMepbl pOTAaluU. Y BCEX M3BECTHBIX Ham
MJICKOMUTAIONINX TMPHU MEpexXofe OT TAHTCHIMAIBHOTO K 3aMKOBOMY THMY (aceTok pa3max
MOJIBMKHOCTHU B CyCTaBax MmoHrkaercs MuHuMyM BiaBoe (Townsend et al., 1983, Yamamoto et al.,
1989, Panjabi et al., 1994, 2001; Wilke et al., 1997a, c; 2011, 2017, Busscher et al., 2010, Jones et
al., 2020); y oneHs poranus MpakKTHYECKH He u3MeHseTcs Ha yaactke T6-L6 (Kumar et al., 2002).
TunuyHble /Ui MapHOKOMBITHBIX 3aMKH Ha (haceTKax B KayJaJbHON YacTH TPYIHOTO M Ha BCEM
MPOTSHKEHUH TIOSICHUYHOTO OT/IeTIa PA3BUTHI Y OJICHEH O4eHb XOpOIo (MASHTHYHBI JIOCK0, cM Puc.
26 u, k), nepexon K HUM npoucxonut Ha T10 unu T11. Micxons u3 3Toro npencTaBieHHbIC TaHHBIC

BBITTIAAAT HEJOCTOBEPHBIMMU.

2.3 IIpouenypa Bepudpukanusi TPUrOHOMETPUYECKUX (POPMY.JI IJIs pacuera
aROM

2.3.1 O01as cxemMa moaxona
Oo6mas ¢popmyna JuIsl yIiia BpalleHUs: B MEXKIIO3BOHKOBOM CyCTaBe (@) MpeacTaBisieT co00it

OTHOILIEHHE JUIMHBI AYT'M JBM)KEHUS BBIOPAHHOM TOUKHM (YUCIMTEIb) K PajuyCy 3TOW Iyru
(3HameHarenb). B Hamem ciaydae peub UAET O TOM MM MHOM TOYKE Ha COWJICHOBHBIX (paceTkax
surano¢u3oB. CycTraBHble (aceTKH IOCT- U Mpe3UranodusoB AByX COCEIHUX I103BOHKOB,
paccMaTpuBaeMble B CarWTTAJIbHOW, (DPOHTANBHOW WM TONEPEYHON IIOCKOCTH, MOTYT OBITH
anMpOKCUMUPOBAHBI B BUJE IYT. YTOJ MX CKOJBXKEHUS JIPYI OTHOCHTEIBHO JIpyra MOXET ObITh
BBIPaXKEH COOTBETCTBYIOIIEH (HOpMYJION IPH YCIOBUH, YTO HAM U3BECTHBI JIJTMHA TyTH U PaIycC.

HcxomupIMU JaHHBIMU JJISL CO3JIaHUSI PACYETHHIX (HOPMYN BBICTYIHIU HCCIEIOBAHUS O
MOBEJICHUU U JIOKAJIM3allM MTHOBEHHBIX OCEH NpHU pa3IMYHBIX THUIAX JABM)KEHUS B CycTaBax
MO3BOHOYHOTO cTON0a y yenmoBeka (Qiu et al., 2003, 2006, Schmidt et al., 2008). ITon6op obmrero
nrabnoHa GopMyIlbl U HEOOXOAUMBIX JUIsl pacueTa Kod(pGUIIMEHTOB N3HAUYATIBLHO OCYIIECTBIISICS
A.H. Ky3nenoseim u B.C. Tepemenko (2010) aHanuTuuecku B TEOPETUYECKOM COOTBETCTBUHU C
JaHHBIMU W3 MOJENBHBIX HccienoBaHuil. OJHaKo, Heyladya NpU MOMNBITKE CO3/aHUs 00Ien
dbopMyIbl I BBIYUCIIEHUS aMIUIUTY] j1atepanbHoil tubkoctu (Kysueuos u Tepemienko, 2010) u
HEIOCTaTO4YHAasi TOYHOCTh HEKOTOPHIX U3 HOBBIX (OpMYNT TMpuBeNa aBropa paldOThl K
HEOOXOMMOCTH JIOTIOJIHUTENbHON MPOBEPKU 3(PPEKTUBHOCTH PA3TUYHBIX MCXOJHBIX MIa0JIOHOB
dbopMyNBl ¥ COUETAHUI Map YUCIHUTENs/3HaMeHaTelNs (ATUHBI AYTH U paguyca MOBOPOTA) IS
CO3JaHMsI HauboJIee TOYHBIX PACYETHBIX (POPMYIIL.

[maBHBIM KpuTepueM [UIsi 1Mondopa HTOTOBBIX (OpPMYIT CTajJo0 HE TEOPETUYECKOE
COOTBETCTBUE 3HAHMUSIM O TMOBEIECHHWU OCEH, a YCTOMYMBOCTh M TOYHOCTH (B CPaBHEHHH C

MOACJIIbHBIMH ILaHHBIMI/I) MOJYYCHHBIX C ITOMOMIBIO HUX PC3YJILTATOB.
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Hcxonnsnii mabnon ¢opmyisl [A] 6su1 paspadoran A.H. Kysnenossim u B.C. Teperienko
(2010). B Hem, ayra IBMKEHHUS paBHa CyMME pa3HOCTEH Oyr Mexmay Oojee JIMHHOW M Oonee
KOPOTKOH (haceTKol 3uramodu3oB IByX COCEIHUX MO3BOHKOB M ABOWHOM AYTH JIBMKCHHs OoJiee

KOpOTKOM (paceTku 3a mpeaensl 6ojee IIIMHHON B ABYX KpaitHuX nonoxkeHusx (Puc. 7).

~ -

T —— —

Puc. 7. CxemaTnuHOe H300pa)K€HUE MeEXaHUCTUYECKOM Mozaenu g pacueta aROM B
MEXXITO3BOHKOBBIX CyCTaBaX Ha 0a3e 0OCTEOMETPHUHU MO3BOHKOB. B MJIOCKOCTH Ka)KJ0ro U3 TUIIOB
JBIDKEHUST (paceTKu 3Urarno(u3oB JBYX IOCIIEA0BATEIbHBIX MO3BOHKOB PAacCMaTpUBAIOTCS Kak
TYTH, IpUHAUIeKaIue K eAMHOMY paauycy R (uepnas crpenka). OnHa u3 napsl aceTok 0ObIYHO
MeHbllle (CHHSS Jyra), yeM japyras (KpacHas Ayra), ¥ HUX pa3Mepsl (JJuHa WU LIMPUHA B
3aBUCUMOCTHU OT THIIA MOJABHKHOCTH) COOTBETCTBYIOT JIBYM XOpAaM Xshort U Xlong. B HEKOTOPBIX
MEXXIIO3BOHKOBBIX ~CycTaBax Oonbinasi (aceTka OTHOCHUTCS K mocT3uranoduszam Oosee
KpPaHHUAJHHOTO MI03BOHKA B CYCTaBe, a B JIPYTUX CyCTaBax, HA000POT, OosbIias aceTka OTHOCUTCS
K mpesuranopuzaM Ooniee KaymaaJdbHOrO IMO3BOHKA. Pammyc R KpuBH3HBI (paceTodHBIX ayT
paccMarpuBaeTcsl Kak paJuyc BpalleHHs B CYCTaBE€ M PACCUMTHIBACTCS KakK IMPOU3BEIEHUE U3
OJTHOTO M3 U3MEpPEHUH MM03BOHKA, KOTOPOE HaWIy4IIUM 00pa3oM oTpaxkaeT paaunyc BpamieHus (Y),
ymHOKeHHOTO Ha Kod(hdumuent Kr. Hakoner, aROM (¢) cocrout u3 aByx uacrteid. [lepas
MIPECTABISIET COOOM MepeMenieHne MeHbIeld (aceTku B Tpeaenax OoNbIIei, KOTOPOe PaBHO
YIJIOBOM pa3zHuIlle oo Mex Ay Oosblel U MeHblell ¢aceTkamu (O1e1HO-KpacHBI cexTop). Bropas
4acTh MpeJcTaBiseT co0oi Bble3] MeHbIeH (aceTku 3a npeaesnsl Oombiuel GaceTku B KaXIyIo
CTOPOHY, KOTOpBI paBeH ymiaM f (aBa OneaHo-cHHUX cekTopa). CTeneHb Bble3/1a MEHbLIEH
(aceTKH pacCUUTHIBAETCS C TOMOIBIO BTOPOTo AIMIUPHUYECKU ToadupaemMoro koapduunenta Ks.
U3 Belyaev et al., 2021a ¢ u3MeHEHUAMH.

X X X 180
p=a+28 = [(Zarcsinz.;% — 2arcsin bSKh%tY) +2e (KS e 2arcsin > .SI?:: Y)] o -
— _/ - J

Y Y
a p
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Xiong U Xshort — TMEPEMEHHBIE, PENPE3CHTUPYIOIINUE Iyry ABMXKEHHUSA; Y — IEepeMEHHasd,
pemnpesenTupyomas paanyc Bpamenust; Ks n Kr — kanmnbpoBounbie KO PUITHESHTHI.
[Tomumo ncxomHoro mabsiaoHa (GopMylbl OBIIO HMPOTECTUPOBAHO J1BA JONOIHHUTENBHBIX

Bapuanra. [11a6s0H [B] Buza:

X X 180
p=Ksoea= [Ks i <2arcsin2.;§% — 2arcsin > .SI?:: Y)] e
— _/
v
a

A Taroke 6mu3kui k mabdnony [A] mabnon [C] Buaa:

X X X 180
p=2e0(a+p)=2¢ [(Zarcsin% — 2arcsin %) + (KS e 2arcsin > .SI?:T: Y)] o -
— _/ N J
YT Yo

o p

[Tomumo 3TOrO, OBLIA IPOBEACHA POBEPKA MHOKUTENS JUIsl 3HaMeHarens Buaa 2*Kr*Y+b,
B KOTOPOM b OBbLIO TpeTel BEIMYMHOU, 3HAYCHHE KOTOpPOW moadupanock mporenypoit “Ilowmck
perieHuii”.

Hu omno u3 usmepenuii mo3Bonka (Puc. 9, 10) B TOUHOCTH HE COOTBETCTBYET HCTUHHOMY
panuycy BpaieHus B cycraBe. 1109ToMy B TpUTOHOMETPHUECKHX (OpMyJax HCIONIb3yeMble
U3MEpEHUs] yMHOXAroTcs Ha Kodpouiment Kr. Pusmdeckwii CMBICT pa3iIU4YHBIX 3HAYCHHUN
ko3 dunmenta Kr oObsicusercs Ha Puc. 8 r-e. [pyroit kanuOpoBouHblli kKo3pduument Ks
oTpakaeT JoJto Oojiee KOPOTKOH (haceTKH, KOTOpas BHIXOIUT 3a MpeJienbl Oosee IIMHHON B IBYX
KpaitHux nonoxenusix (Puc. 8 a-B). ®akrtuuecku Ks spnsercst ko3hHuUmeHTom Ast YucIuTens, a
KR — ni1s1 3Hamenares.

Hawny4iiee cooTBETCTBUE MEX]Ty paCUETHBIMHU M MOJIEJIbHBIMH JIaHHBIMH O00€CTieunBaeTcs
MyTeM SMIUPUYECKOTO IMOUCKA ONITUMAJIBHBIX Map YUCIUTEIb/3HaMEHATeh U COOTBETCTBYIOIINX
uM koxpduurentoB Ks u Kr. B kadectBe kputepus 1is onpefeneHHs HawIydlunx (opmyit
HCIIOJIb30BAJIOCh MUHUMAJILHOE 3HAYEHHE CTaHAapTHOIO OTKJIOHEHUS (SD) Mexay 3TaloHHBIMU
(IpeATnoNoKUTENHHO UCTUHHBIMU) U pacueTHbIMU 3HaueHusIMH aROM. Pa3smep BbIOOpKH n amist
pacueta SD mpezactaBisi co0oii 001ee KOIMYECTBO CyCTaBOB y BceX 0co0eH, y4acTBYIONINX B
pacuete. [Tog6op KOAPGUIIUEHTOB OCYIIECTBISICS C MOMOIIBI0 Tporeaypsl “Tlouck pemenus”
(Microsoft Excel Solver Add-In). Uuctpyment “Tlouck penieHus’” UCoab3yeTcs Uil pacueToB Mo
dbopmynaM, B KOTOPBIX HPUCYTCTBYIOT NepeMeHHble. OH moadupaeT ONnTUMalbHbIE 3HAYCHHS
MEPEMEHHBIX (B 3TOM HCCIIEIOBaHUU 3TO 3HaueHUs koddduimentoB Ks u Kr) mas Haumyurmiero
COOTBETCTBUS PE3YJIBTATOB pacueTa BEBIOPAaHHOMY KPUTEPHIO (B HAILIEM CITy4ae 3TO MUHUMAJIbHBIN

SD Mexay paccuMTaHHBIMU M MOJAEIbHBIMM JaHHbIMU). HakoHen, onrtumanbsHas ¢opmyna
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Puc. 8. ®Ousnueckuii cMbICI pa3nudHbIX 3Ha4eHWH Kodhdumumentop Ks (a-B) m Kr (T-€),
UCTIOJIb3YEMbIX B TPUTOHOMETPHUECKUX (opMyiiax, Ha IpUMepe caruTTaiabHoi rudkoctu (SB) B
cycraBe T5-T6 y uenoBeka mpu BHUAE C JIEBOM CTOPOHBI. (a-B) TMOKa3aHbl OTHOCHUTEILHBIC
MOJIOXKEHUS KpaeB (paceTok 3uranopu3oB, OTMEUECHHbIE HAKOHEUHUKAMH CTPEJIOK. (T-€) MOKa3aHbl
HEHTp (YepHas TOUYKa), paguyc (YepHasi CTpesKa) U KPYTOBYIO TPACKTOPHUIO JBMKEHUS (haceToK
3urano¢u3oB APyT OTHOCUTEIBHO JIpyra (CUHsA U KpacHas ayra). CHHMI 1IBET COOTBETCTBYeT T35,
kpacHslif - T6. U3 Belyaev et al., 2021a ¢ uzmeHenusmu.

bopmupyeTCs U3 napbl YUCIUTEIb/3HaMEeHaTelNb (BBIOPaHHOM IyTeM CpaBHEHHsSI BCEX JOCTYIHBIX
KoMOuHaImif) 1 3HaueHuit koapduuuentoB Ks u Kr (Haiinennsix ¢ nomomisio Microsoft Excel
Solver Add-In), kotopeie BMecTe naroT 3HaueHus aROM ¢ MuHUMaIBbHBIM SD OT 3TaJOHHBIX
amruTyn aROM Ha Bceil BRIOOpKE U3MEPEHHBIX CYXHUX CKEJIETOB.

Crour OTMETHTbH, YTO KaTUOPOBOUHBIE KOA(PPHUUMEHTHl MOAOUpPATHCH HE JUIS KaKIOro
MEXXKITO3BOHKOBOT'O COWJICHEHHUS 110 OTJAEIBHOCTH (3TO JIMLIMIO ObI CMBIC/IA BCIO MPOLEAYPY, TaK
KaK Torjga KaauOpoBOYHBIE KOX(P(GUIIMEHTHI HENB3s OBUIO OB WCIONB30BaTh B KAadeCTBE
YHHUBEPCAJIBHBIX KOHCTAHT /ISl BCErO MO3BOHOYHMKA), a JJISI BCEX CYCTaBOB U3 OINPEAEICHHOTO

oTAca IMO3BOHOYHOI'O cronba ¢ OIPCACIICHHBIM THIIOM q)aCCTOK COYJICHOBHBIX OTPOCTKOB.

2.3.2 Bb160op uncauTe s M 3HAMEeHaTeJ sl
OcTeomeTpruecKkue mapaMeTpbl, UCIOIb3yeMble Ul 1MO100pa YUCIUTEN U 3HAMEHaTes,

HO0MPATIUCh HE TOJIBKO U3 COOOPAXKEHUH COOTBETCTBHS TEOPETUUECKOM T€OMETPUUECKON MOJIEIIH

34



MOBOPOTA MMO3BOHKOB JIPYT OTHOCUTENLHO JAPYTa, HO M M3 COOOpaxKeHH y1o0cTBa U3MEpPEHUS Ha
CKeJIeTHOM Matepuase. Cxema n3MepeHHil M03BOHKOB M3 PAa3IMYHBIX OT/AEJIOB MpEICTaBIeHa Ha
npumepe oIl Ha Puc. 9, u Ha mpumMepe denoBeka Ha Puc. 10. IlogpoOHoe onrcanne namMepeHuit
Y pacCUMTHIBAEMBIX Ha X OCHOBE MapaMeTpoB B cpaBHeHHH ¢ Ky3HenoBbiMm u Teperienko (2010)

npezacrasiena B Tabmuie 2.

Ta6auna 2. 3aMepsl 1 paccUuThIBaeMbIe napameTpsl (cM. Puc. 9, 10)

VccnenoBanue
2010 * | 2021 ** Onucanue
Lpre_left
Lpre_right
Lpos Ief JUTMHBI (haceTOK JIEBBIX M MPABbIX IIpe- ¥ MOCT3UTano(u30B
Lpostﬁright
Dpre Dmax_pre | HauGonpmast mupnnHa Mexxay JaTepanbHBIMU KpasMH (aceTok maphl JIEBOTO U
Dpost Dmax_post | TpaBoro mpe- 1 mocT3uranouson
Samepbi Her Dmin_pre | HanMeHbIIas MUPHHA MEXTy MEANATLHBIME KpasiMH (paceTOK Haphl JIEBOTO U
Dmin post | TpaBoro npe- u NOCT3Uranou3onB
HET BB;;; HawuGomnbmas muprHa nepegHero U 3aHEeT0 TOpIa Tesa TO3BOHKA
Qpre_right PaccrosiHre My HIKHEH TOUKOH IepeTHero WM 3aJHEeT0 TopIia Tena
Qpre_left MI03BOHKA M HanboJee yJajJeHHOH 9acThi0 (DACETKH JICBOTO U IIPABOTO
Qpost_right npe3uranodusa (B ciyvae MepeHEro Topia Tenia Ho3BOHKA) Ml
Qpost_left noctauranodusa (B ciayyae 3aIHero Topia)
HET Were [IupuHa daceTok mpe- ¥ HOCT3UTANOPHU30B
PaccunTriBaeMbIe Woost
MIepeMeHHBIE Rvert TeopeTrueckuii paiyCc CaruTTATEHOTO BPAICHHUS
D/2 | Riat TeopeTuueckuii paanyc JlaTepaabHOrO BPALICHUS

* Kysnenos u Teperuenko, 2010
** Belyaev et al., 2021a

[Tpu moabope ONTUMATBFHOTO YHCTUTENS MPOBEPSUTUCH T€ TapaMeTPhl, KOTOPhIE MOTIIH OBl
OoTpaXkaTh XOpAbl (aCeTOYHBIX Iyr TPH JBWKCHHH. B OCHOBHOM JTH 3aMephbl CBSI3aHBI C
(daceTkaMu Ha Mmapax IMpe-/TocT3UranoGu30B JIByX COCEIHHX MO3BOHKOB. Tak, MpoBepsiiach MX
mHa (Lpost 1 Lpre) 1 mmpuHa (Wpost 1 Wpre; Dmax post © Dmax pre). Takoke ansg uumcnutens
MpoBepsUIach MIUPHUHA KOHIIEBBIX TUIACTUHOK Tell MO3BOHKOB (Bpost M Bpre). st 3HaMenarens
MIPOBEPSUTHCH BCE YAOOHBIC 3aMEPbI, KOTOPBIE MOTYT OTpaXkaTh panuyc BpameHus (Q, Dmax/2, B,
Rvert, Riat) (cM. Puc 9 u 10).

Jnst yucnurens mapbl Dmax post © Dmax pre, @ Taxoke Bpost 1 Bpre ucmosnb3oBanuch 6e3
JIOTIOJTHUTENBHBIX pacueToB. JlJis JBYCTOPOHHUX 3aMEPOB B pacyeTax HUCHOIB3YIOTCS CpEeIHUE
3HAYCHHUSI JIEBOW U TIPABOM CTOPOH, KOTOPOE OOBIYHO HE3HAUYUTEIBHO OTIIMYAIOTCS IPYT OT JIpyTa:
Lpre = (Lpre_left + Lpre_right)/ 2, Lpost = (Lpost_left + Lpost_right)/ 2
Wpre = (Dmax _pre - Dmin _pre)/ 2, Wpost = (Dmax _post = Dmin _post)/ 2

B mape cooTBeTcTBYHOHmMX ApPYT APYTY pa3MEpPOB ABYX COCEIHHMX MO3BOHKOB ('post" -
BIIEpeAMIIeKaIEero u "pre" - mo3aauiexaniero) 0ospliee 3HaYCHUE paccMaTrpuBaeTcs Kak "long",

a MeHblee - kak "short" ans uncnutenet hopmyn:
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@), Dnes e (a)

(6) D (e)

min_post

max_post

Rlat_ post

lat_post

B

max_post

post

Lpos(_right

L

pre_left

Puc. 9. Nsmepenust mo3BoHKoB. [To3BoHkH oBLbI Ovis aries (ZMMU S-102061) C6 (Rf cycrassr;
neBas konoHka: a-r), T9 (Tf cycraBsl; cpenusist xonmonka: n-3) u T13 (RfL cycraBsl; mpaBas
KOJIOHKA: U-M), N300pa’KeHHbIE B OJHOM MaciuTade criepeau (BepXHuil ps: a, 1, 1), ¢34 (BTOpoit
psn: 0, e, K), ¢ 1IeBoro 6oka (TpeTuil pa: B, X, J1) U CBepXy (HMKHUHU PSIA: T, 3, M; IEpEIHssA CTOPOHA
cieBa). M3MepeHus moka3aHbl YEPHBIM, PACCUMTHIBAEMbIE Ha UX OCHOBE MapaMeTpbl MOKa3aHbI
KpacHBIM U BblJIesIeHbl KypcuBoM. M3 Belyaev et al., 2021a ¢ u3MeHeHUSIMH.
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(a) ()

min_pre

pre_left

® ()

min_post

onst_righl

Rla!_pasl

max_post

max_post

lat_post

5cm

post

(8) (%)

pre_left

onsl_leﬂ Qpre_len Q

post_left post_left

Lpre_rigm

(r)

Lpreﬁright (M )

Lpre_righi

pre

D max_post
max]pre min_pre

max|pre I:)min_pre
= max_post

pre

pre_left

L

pre_left pre_ |

Puc. 10. U3mepenus mo3BoHKOB. [1o3BoHKH denoBeka Homo sapiens (KA 25) C4 (Rf cycrassr,
neBas konoHka: a-r), T4 (Tf cycrassl; cpennsist konoHka: A-3) u L4 (RfL cycTaBsl; mpaBast KOJIOHKA:
U-M), N300paXCHHBIC B OTHOM MaciiTabe criepenu (BEpXHUH psi: a, 1, u), c3aau (BTopoi psia: O,
€, K), C JIeBOro OoKka (TpeTHil psia: B, XK, J) U CBEPXy (HWKHHU PAI: T, 3, M; TIEPEIHSIS CTOPOHA
cieBa). M3MepeHus: MoKa3aHbl Y€PHBIM, PACCYMTHIBAEMbIE HA UX OCHOBE IMapaMeTpPhl MOKa3aHbI
KpacHBIM U BhIJENeHBI KypcuBoM. M3 Belyaev et al., 2021a ¢ u3aMeHeHUSIMH.
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Liong = MAX(Lpost:Lpre), Lshort = MIN(Lpost: Lpre).

Wlong = MAX(WpostZWpre), Wihort = MIN(WpostZWpre)

Dmax_long = MAX(DmaX _postZDmax _pre), Dmax_short = MIN(Dmax _postZDmax _pre)
Blong = MAX(BpostZBpre), Bshort = MIN(BpostZBpre)

B kadectBe 3HAMeHaTENIs HMCHOJIB30BAIUCHh BCE 3aM€pbI, KOTOPHIC CIIOCOOHBI BBICTYIIaTh B
Ka4€CTBE paanyca IpHu BpaliCHHUU. B 4mcio BO3MOXKHBIX 3HAMEHATEISH BOILIM Kak cpeaHuc
3HaYeHHsI (YCpPEeIHEHUE MPOU3BOAUTCS MEXKIY COOTBETCTBYIOIIMMH 3aMepaMH Ha OOpalieHHBIX
JIPYT K IpYyTy TOPIaX CMEXKHBIX MO3BOHKOB), MOJIyYEHHBIE U3 MPAMBIX 3amepoB Q, D, B, Ttak u
paccuuTaHHBIE Ha HX OCHOBC Rvert, Riat. Dmax 1719 3HaMeHaTels ASIUTCS Ha aBa, 4TOOBI
HCIIOJIB30BAaTh €0 B KAY€CTBE pajuyca:

Dmax/2 = (DmaXJOSt + DmaXJ)re)/4
B= (Bpost + Bpre)/2

Q = (onstﬁleft + onstﬁright + Qpreﬁleft + Qpreﬁright)/ 4
Riat =B + (Dmax - B)/2

DmaX2
Ryert = (QZ - T)

Jns kaxxmoro tumna ¢aceTok 3uramnodu3oB (3 TUMa) WM OTAeNa MO3BOHOYHUKA (3 oTAena),
a TaKke JUIS KaXIOW COCTaBISIONIEH MEXKIIO3BOHKOBOM MOABMKHOCTU (3 Tuma) Obuin
POTECTUPOBAHBI BCE BO3MOYKHBIE KOMOMHALIMU 4HCIUTENs/3HameHatens (20 koMOMHALWi) B
Pa3NIUYHBIX KOMOMHANMSAX WCCiaeayeMbix BUAOB (12 TOABBIOOPOK, BKIIOYAsh pa3IMYHbIC
MOJIBBIOOPKHM 10 Habopy oBerl u cBuHEH). IIpu BBIOOpEe WTOTOBBIX (OPMYS TPEANOUYTESHUE
oTJaBanoch popMynaM ¢ HU3KUM SD MeXIy pacCUMTaHHBIMHU U in vitro ammuutyiamu aROM mnst
pa3HBIX BHUJOB, PH 3TOM MMEIOIINE OAMHAKOBHIE Mapbl YHCIUTEIh/3HAMEHATENh U OMHAKOBEIC

3HaueHusa Ks u Kr.

2.3.3 MoaudpuuupoBanHas (popmMy.ia 1J1sl MEKIO3BOHKOBBIX CYCTABOB, OCHAIIICHHBIX
OrpaHUYUTEIEM CATUTTAJIBHOTO pazruﬁaﬂnﬂ
OCOOEHHOCTBIO  MOSICHUYHO-KPECTLIOBOIO  CyCTaBa Yy  IapHOKOIBITHBIX  SIBJISIETCS

3HAYNTENIFHOE yBEIMYEHUE IITyOMHBI 3a()aceTOYHOTO MPOCTPAHCTBA IMO33JU NPE3Uranogu3on
nepBoro kpectioBoro mo3BoHka (S1). Ilozamm 3uranodu3oB pacmonaraercs oOmuUpHAs
3aacerounas smka. Ee 3aaHsist creHka oOpasyeT cTomop Uisi mocT3uranodusza MOCIEAHETO
nosiciuyHoro mo3BoHka (Puc. 11 r). Takum o6pazom, moct3uranodus MociaeTHEro MOSCHUIHOTO
IMMO3BOHKAa MOXET MPOCKAJIb3bIBATL I10 npe31/1ran0(1)1/13y NEPBOro MOACHUYHOIO U CYHI€CCTBCHHO
BBIE3)KATh 32 TPAHUIIBI €ro cyctaBHOU (daceTku. [Ipu 3TOM 3aaHss cTeHKa 3aaceTOYHON SIMKH

MMpEaACTaBIISICT co00l KOCTHBIA MeXaHWI€eCKUH OrpaHHUYUTCIIb TAKOTO BBIABHUIKCHU .
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N3menenue reomerpun S1 CBSI3aHO C Pa3BUTHEM CAarHTTajIbHON T'MOKOCTH B MOSICHUYHO-
KpPECTIIOBOM CYCTaBE, YTO XapaKTEPHO Kak Jjisi mapHOKONBITHBIX (["amOapsiH, 1972; ITsutbimuyk,
1975; Gal, 1993) (cm. Puc. 11 n-3), Tak u s apyrux rpynn maekonutarommx ([Isubimayk, 1975;
Townsend et al., 1983; Yamamoto et al., 1989; Gal, 1993; Panjabi et al., 1994; Faber et al., 2001;
Haussler et al., 2001; Benninger et al., 2004; Schilling & Hackert, 2006). [Tpuuem, nanasie [[x.
an (Gal, 1993) st oBUBI MOKAa3bIBAIOT, YTO YBEJIWYEHHE aMIUIMTYAbl SB B mosicHUYHO-
KPECTIIOBOM CyCTaBe MPOUCXOIUT Yy MApHOKOIBITHBIX B MEPBYIO Ouepellb 3a CUeT JOpCajbHOU
HKCTEH3UH, a HE BEHTPAJIbHON (IICKCHH.

B crangaptHoii ¢dopmyne s pacueta SB aROM pasmax [BHXKEHHS B CyCTaBe
CKJIa/IbIBaeTCs U3 AByX KoMnoHeHT (Puc. 11 a), nepBas KoMIOHEHTa NpecTaBiseT co0o0il yIoByio
pasHUIly o MEXy JUITMHHAMU AYT (aceToK mocT3uramnodoB U mpe3uranopu3on AByX I03BOHKOB B
cycTtaBe. BTopoii KOMIOHEHT — 3TO0 yryioBas 10is S Oonee KOPOTKOi (haceTKH, KOTopasi BHIXOAUT
3a TpaHMIbl Ooinee AIMHHOM (aceTku B JByX KpalHUX TMOJOKEHUSX (ompeaenseTcs
ko3 unmentom Ks); 3T0T yron yaBamBaeTcsi, IOCKOJIbKY OJlHA KpalHss TOouka 0OyclioBIIEHA
crubaHuem, a Jipyras — pa3rubanveM. YIIbl paCCUMTHIBAIOTCS U3 OTHOIMICHUS JJIUH Liong U Lshort
IBYX (paceTok, U3MEPEHHBIX B CarUTTAJIbHOW IJIOCKOCTH, K paccTosHUI0 (paanycy) KreRvert oT
LIEHTpa BpalleHus SB B cycTaBe /10 {yTu CyCTaBHbBIX [TIOBEPXHOCTEH.

B cycraBe ¢ kpectioM, Omarogapss HaJW4HMIO CTOIOPHOM SIMKH, MOXKHO OYE€Hb TOYHO
ONpEeAENUTh Yroji TUMEPIKCTEH3UU B MOSCHUYHO-KPECTLIOBOM CYyCTaBe, IMOCKOJBKY CTOMOpHAas
sMKa, pacrojioKeHHas 3a mpesuranopuzamu S1 OAHO3HAYHO OMpENENseT MOJIOKEeHHE (PaceTok
NOCT3Urano(u30B MOCIEIHEr0 MOSCHUYHOTO TII03BOHKA NPU MAaKCUMalbHO BO3MOXKHOU
JIopcallbHOM dKcTeH3uu B cycrase. g pacuera SB aROM B mosicCHUYHO-KPECTIIOBOM CYCTaBe
BBOJIUTCS clienuaibHas ¢opMmyria, UMeromas aBa BapuaHTa. Vcronb30BaHUE TOTO WM MHOTO
BapHaHTa 3aBHCHUT OT TOTO, Kakas Xopjaa Ayru Oomnbiie: amuHa Lpost paceTok moctiuranodos
MOCJIEIHETO MOSICHUYHOTO MO3BOHKA WK JTHHA Lpre aceTok mpesuranopuzoB S1 (00e IIuHBI
YCPEIHSIOTCS Ui JieBoi u mpaBoit aceTok). Korma Lpost<Lpre, TO €CTh Lshort=Lpost # Liong=Lpre

(Puc. 11 6), SB aROM paccuutbiBaeTcs B paJuaHax Kak:

gﬂ = [Zarcsin(Lpre/(z.KR.Rven)) - 2arCSin(Lpost/(z.KR.Rvert))] + Ks.zarcsin(Lpost/(z'KR‘R\/ert)) + 2arCSin(Lfossa/(z‘KR‘R\/ert))
( ) ) | J

: ; :
[5]
Korma Lpost>Lpre, T €cTh Liong=Lpost U Lshort=Lpre (Puc. 11 B), SB aROM paccuutsiBaercs B
paauaHax Kak:
0= \Ks~2arcsin(Lpre/(2-KR-R\,ert)? + \Zarcsin(Lfossa/(2~KR-Rvert)} [6]
| |
B 7V
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Puc. 11. TunepskcTeH3us B MOSCHUYHO-KPECTIIOBOM CycTaBe. JIeBast KOJOHKA - MEXaHHUCTUYECKHUE
cxeMbl (ipu BUe cOoKy) s pacuera SB aROM c ucnosnbp3zoBanueM JJIMH GaceTok 3uranopuzos:
(a) obmumit cimyuyait Ge3 orpaHuuuTens [uisl cruOaHust U pasrubanus; (0, B) ABa ciydas C
OTPaHUYHUTENIEM JKCTEH3MH, PACIIONIOKEHHOM Ha KayJlaJdbHOM IO3BOHKE B Mape (37ech MepBBIN
KPECTLIOBBI MO3BOHOK) Ha PacCTOAHUU Lfossa M03aaM €ro (haceTKu Mpe3uranogusos; CTONOP
OTPaHUYMBAET CKOJIBKEHUE Ha3al MOCT3Urano(u3oB BIEpEIUIekKAIIETo MO3BOHKA Maphl (31eCh
MOCJICTHUIA TOSCHUYHBIN); (0) aceTku npe3uranodu3oB Mo3aauiieKaliero No3BoOHKa JJIHHHEE
dacerox mocr3uranopu3oB Brepenmiekamero mo3BoHKa (Lpost<Lpre); (B) MPOTHBOIOIOKHOE
cootHomeHne IUHBL (Lpos>Lpre). IIpaBast komoHka o0TOOpa)kaeT CTPOEHUE MOSICHUYHO-
KkpectioBoro cyctaBa y Capra falconeri (ZMMU S-181396): usmepenue qMHBI 3a(aceTOUHBIX
AMOK (Lfossa) Ha TIEPBOM KPECTIIOBOM ITO3BOHKE Ha BUE CBEpXY (T) M Ipeaessl pa3rudanus (e, 3)
u crubanus (1, )K) Ha BUAe cBepxXy (1, €) u Ha Buae cineBa (k, 3). 13 Belyaev et al., 2022a ¢
U3MEHEHUSIMU.
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Lfossa — 3T0 anmuHa 3a(aceTOYHBIX SMOK Ipe3Uranogu3oB, B3sATas KaK CpelHEe 3HAuUCHHE
COOTBETCTBYIOILIUX MU3MEPEHUH Ha eBoi U npaBoii cropone S1 (Puc. 11 ).

B cnyuae Lpos>Lpre (Puc. 11 B), cymmaphsbiii SB aROM B nosicHUYHO-KPECTIIOBOM CyCTaBe
[5] paBeH cymMMe yria p, COOTBETCTBYIOIIETO JIMHE Lfossa 3adaceToyHoil siMKH, M yria f,
cooTBeTCTBYIOLIETO Jo0s1e Ks Oonee KOpoTkoit aceTku, Ha KOTOPOM OHA TepseT KOHTAKT ¢ Oosee
JUIMHHOHN (aceTkol BO BpeMsi BEHTpalbHOM (uiekcuu. B NOSCHUYHO-KPECTIIOBOM CYCTaBe
ucnosb3yercs To ke 3HaueHue Ks, uTo m Bo Bcex Bhepemuiaexammx cycraBax ¢ RfL tumom
dacerok. IIpu Lpost<Lpre (Puc. 11 6) pesynsrupytoumii SB aROM B mosiCHUYHO-KPECTLIOBOM
cycraBe paBeH [4] cyMMe yTIIOB 9, S ¥ @, 9TO COOTBETCTBYET Pa3HUIIE B JUIMHE 00Jiee KOPOTKOU U
Oosee JUIMHHOM (aceTok.

Jliis 6ereMoTOB XapakTepHa CX0XKasl C MOSICHUYHO-KPECTLOBBIM CYCTaBOM CIIELMAIN3aLUs B
oraene Tf cycraBoB (1eBATh KpaHUAIbHBIX I'pyaHbIX cycTaBoB) (Puc. 12). B xaxxgom Tf cycrase
npe3uranopusbl UMEIT IITyOokHe 3adaceToyHble SMKH, 3aTHSAS CTEHKA KOTOPBIX CIYXKHUT
OTPaHUYMTENIEM JUIS BBIABIDKEHHSI TOCT3Wramo(u30B  BIEPEAMIISIKAIIETO IMO3BOHKA M,
COOTBETCTBEHHO, OTPaHUYMTEIEM HKCTEH3MHM B cycTaBe. [ Takux cycTaBoB y Oeremora
ammutyasl SB aROM Oblin paccuuTaHbl MO METOLY, 0OOCHOBAaHHOMY BBIILIE ISl TOSCHUYHO-
KpecTioBoro cycrapa. [Ipu pacuere ncrons3oBanuch 3HaueHus: kodpdumuenror Kr u Ks s T

CYCTaBOB.

2.3.4 ®opMyJibl U1 IO3BOHOYHOIO CTOJ10a, PA3JIMYHBIX OT/1€JI0B MO3BOHOYHUKA U
Pa3IMYHBIX THIIOB (paceTOK 3Uranopuson
Nznauansno A.H. KysuernossiM u B.C. Tepemnienko Oblia nmpeanpuHsaTa MONBITKA MOA00pa

VHUBEPCANBHBIX (HOpMYNT Ui pacueTa pa3iMyHBIX COCTABISIFONIMX  MEKITO3BOHKOBOU
MOJIBMDKHOCTH JIJIsI BCEX CYCTaBOB MTO3BOHOYHOTO CTOJI0A (HAYMHAs OT BTOPOTO MICHHOTO CycTaBa
W 3aKaHYMBas TOCICTHUM TOSCHUYHBIM cycTtaBoM; KysnenoB u Tepemenko, 2010). Oanako
UCIIONb30BaHUE YHUBEPCATbHBIX (DOPMYI HE TO3BOJIMIIN IOCTATOYHO TOYHO pacCUUThIBaTh LB u
AR aROM.

[Tooromy momumo moucka obmux (opmyn B Hameil pabore (Belyaev et al., 2021a)
OCYIIECTBIISIICS TTOI00p pa3AeIbHBIX (POPMYIT ISl pa3IMYHBIX OTJEIOB MMO3BOHOYHOIO CTOJI0A U
CYyCTaBOB C pas3NUYHBIM TUMNOM (hacerok 3uranodus3oB. B xome paboTel ¢ mMarepuanioM OBLIO
OTMEYCHO, YTO YHCJIO MO3BOHKOB B ITO3BOHOYHOM CTOJIOE€ M €ro OTJAEIax, TaK K€ KaK UHCIIO
CyCTaBOB C (haceTkaMu ONpPEIENIEHHOTO TUIa U TPAHUIBl MX IMEPEXO0JI0B MOTYT BapbUPOBATH.
KonudecTBo mIeHHBIX, TPYIHBIX U TMOSCHUYHBIX ITO3BOHKOB, & TAKXKE MEPEXOJbI OT OAHOTO THIIA
¢aceTok 3uranopuzoB K IPyroMy B MOIEIBHBIX JAaHHBIX U Y OTIEIbHBIX M3yUYEHHBIX CKEIETOB

npencranieHsl B Tabmuie 3.
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Puc. 12. ®acetku npe3uranodu3oB B TPyIHOM OTAENE y TUIIONOTaMa MpU BUAE CBEPXY (a-B),
TpydHbIE TIO3BOHKH pa3HbIX ocobei. CycraB rpymaHoro otnena (Hippopotamus amphibius ZIN
24305), Bua cieBa: CTONOpHAas SIMKa B HEUTpallbHOM TMoOJOXeHHe (T), MpH MaKCUMaTbHON
nopcanbHO dkcTen3uu (). U3 Belyaev et al., 2022a ¢ u3aMeHEeHUsMU.

CrannaptHele mieiiHple cyctaBbl Miekonutatromux (C2-C7) xapakrepusyrores Rf
¢acerkamu (Puc. 18, Puc. 2B, Puc. 9a-r), nepexon mexxay Rf u Tf Tumnom oObryHO IpOMCXOTUT Ha
nepBoM rpyaHom no3Boske (T1). ¥V mronelt paauanbHble cycTaBbl B IIEHHOM OT/AEIE OTIMYAIOTCS
ot Tf cycTaBoB rpyaHOro OT/€/1a MEHee OTYETIIMBO, YeM Yy JIpyrux miekonutaromux (Puc. 9 a-r,
Puc. 10 a-r). Cycras C7-T1 xapaktepusyercsi paauaibHbIMH, a cycTaB T1-T2 TaHreHIHaabHBIMU
¢dacerkamu 3uranouzoB. DTO CHPABEAJIMBO IS BCEX MOJICIBHBIX BHUIOB, IOIBUKHOCTh

MO3BOHOYHOT'O CTOJI0A Y KOTOPBIX ObLTa M3y4ueHa in vitro. RfL ¢acerku (Puc. 21, Puc. 9 u-m, Puc.
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10 u-M, Puc. 11) xapakTepHbl ISl BCEX MOSICHUYHBIX CYCTAaBOB, a y HEKOTOPBIX BUAOB U JUISA
HECKOJIbKHUX TOCIEAHMX TIpyAHbIX cycTaBoB. Cpenu mozenbHbiX BUJOB nepexon or Tf k RfL
CyCTaBaM COBIIA/Ia€T C IEPEXOAOM OT I'PYIHOTO K MOSICHUYHOMY OTJENy M03BOHOYHHUKA TOJIBKO Y
yenoBeka (RfL cycraBbl B rpyaHOM oTaene OTCYTCTBYIOT). HampoTuB, y BceX MOMENbHBIX
napHOKONBITHBIX iepexon oT Tf k RfL cycTaBam pacnonokeH Ha HECKOJIBKO CyCTaBOB BIIEPEIH OT
IPaHULbl MEXYy TPYIHBIM (HECyLIMM peOpa) U MOSICHUYHBIM (HE MMEIOIIUM pedep) oTaenaMu
[I03BOHOYHHMKA. [lepexonHbIM O3BOHKOM, /Ui KoToporo xapaktepHsl Tf npesuranodusst u RfL
nocT3uranoussl, ABIIETCs (CUUTAasA C KOHIA) TPETUH rPpyAHOI MO3BOHOK y Bos, co 2-1o 1o 4-i y
Ovis u ¢ 4-ro no 6-it y Sus (Ta6n. 3). UanuBuayanbHas U3MEHYHBOCTh B YHCIE TPYAHBIX U
MOSICHUYHBIX TIO3BOHKOB, a Takxke B nepexoje ot Tf k RfL cycraBam y onHoro Buaa pasnudaercs

He 0oJiee YeM Ha OJIMH WU JBa TT03BOHKA (CycTaBa).

Tadnumuna 3. Pernonanmszanus TO3BOHOYHOTO CTON0A y M3Y4YeHHBIX ocoOeil. OTkIIOHEeHUs
M3Y4YEHHOT0 Marepualia OT ATAJOHHBIX JIAHHBIX 0003HAYEHO YKUPHBIM IIPU(TOM.

. [To3BoHOUHAs PopMyJia [Tepexoa Mexxay TUIIaMH (haceToK
BI/I)I KOHJ’ICKHI/IOHHBII/I Tf K Rﬂ_
HOMEp MogenbHble Oco0b Rf x Tf
MojaenbHble Ocobn
Homo sapiens | KA 25 7C+13T+5L Tl T13
KA 5 7C+12T+5L T1 T12
KA 36 7C+12T+5L | 7C+12T+5L T1 T12 T12
KA 20 7C+12T+5L T1 T12
KA 38 7C+13T+5L T1 T12
Ovis aries ZIN 11693 7C+13T+7L T1 T11
ZIN 11694 7C+13T+7L T1 T11
ZIN 11864 7C+13T+7L | 7C+13T+7L T1 T11/T10 T12
ZMMU S-102061 7C+13T+7L T1 T11
IEE 2964 7C+13T+6L T1 T10
Sus scrofa ZMMU S-106943 7C+14T+6L T1 T9
ZIN 16901 7C+14T+6L T1 T10
ZIN 10485 [CHIATHL e 3Te6L | T1 1o T10
IEE 1633 7C+14T+4L T1 T10
Bos taurus ZMMU S-102026 7C+14T+6L T1 T12
IEE 1932 [CHIBTHOL e aTe6L | T1 12 T12

PaccornacoBanue B nepexoae Mexay rpyaHbIM/mosicHUYHbIM oTaesnoM U Tf/RfL cycraBamu
y TapHOKOMBITHBIX OBLJIO HCIONB30BAaHO [UISI TPOBEPKHM TOYHOCTH pacueta aROM ¢
UCTIOJIb30BaHUEM (opMyI, aanTHPOBAHHBIX JJIS PA3IUYHBIX OT/AEJIOB IO3BOHOYHHMKA U
pa3nuyHbIX TUIOB (haceTok 3uranopuzos. O6e mapsl GOpPMyIT CPABHUBAINCH C YHUBEPCATHHBIMH
dbopMynamMu, ONTUMHU3UPOBAHHBIMU JIJIS1 BCEH TYJIOBUIIHON YacTu nmo3BoHouHUKa (Tabmuma 4).

Pacuer ammmntyn aROM ocymecTBisiics st Bceid BRIOOPKH MapHOKOMTBITHBIX. [10CKONMBKY
JUTSI KQKJIOTO M3 BUJIOB OBLIO M3YYEHO Pa3HOE KOIMYECTBO CYCTaBOB, KPUTEPUEM AJIsl ONPEIeIICHNUS
oNnTUMalIbHON (POpMyJIBl ObIT HaMMEHbIIee cpenHee SD Mexly pacCUMTaHHBIMH M ATAJIOHHBIMU

ammmutygamu aROM y tpex Bunos, 1.e. (SD Ovis + SD Sus + SD Bos) / 3. D10 no3Bonmio
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n30exkarh mepekoca MmpH mnoadope KaauOpOBOUHBIX KOI((UIIMEHTOB B MOJNb3Yy TE€X BUAOB, VIS
KOTOPBIX OBUTO H3YYCHO OOJIbIIIEe KOJTMIECTBO CYCTAaBOB. Takol mepexoc mpon30IIes Obl, €CITi Obl
ONTUMU3AIHS TIPOBOAMIIACH ITyTeM MUHUMM3aIuu obmiero SD, T.e. SD (Ovis + Sus + Bos).
[Tepen kannOpoBKoii KO3(HPUIHMEHTOB B (HOPMYIIax OCYIIECTBISIICS KOHTPOIb COOTBETCTBHS
qHCIIa TPYAHBIX/TIOSICHUYHBIX T03BOHKOB U T{/RfL cycTaBOB y M3y4eHHBIX CKEJIETOB M MOAEIBHBIX
*UBOTHBIX. Ecru mepexon mexay Tf m RfL Tumom cycTaBoB wiv TpyIHBIM ¥ MOSICHUYHBIM
OT/IEJIOM TIO3BOHOYHHMKA HAXOAWTCS Yy M3YYEHHBIX  CKEJIETOB
KayJjaJIbHEee, UeM Y MOJIETIbHBIX )KUBOTHBIX, TO U30BITOUHBIE NIPEIIIEPEXOAHbIE CYCTaBbl Y CKEJIETOB
UCKITIOYAIUCh M3 pacdeToB. Ecnu mepexon NPOUCXOAWT KpaHHMAJbHEE, YeM y MOJEIbHBIX
KUBOTHBIX, TO HCKJIIOYAINCh H30BITOUHBIC MPEANEPEXONHBIC ATAJOHHBIE CYCTaBbL. Jlpyrummu
CIIOBaMHU, M3 pacyeTa NCKIII0YAINCH Bce "U30bITOYHbIE" Tpesi- 1 mocTrnepexonnsie T cycrasl (s
dbopmyn, alanTUPOBAaHHBIX K THIAM (HaceTOK) WM “JIMIIHME” TpyAHbIe CcycTaBbl (i hopmy,
aIalITUPOBAHHBIX K OTAETaM IM03BOHOUHUKA). CTOMT OTMETUTbH, YTO ATAJIOHHBIE JAaHHBIE OCEBOTO
ckpyuuBanus s cycrasa T10-T11 y osery (Wilke et al., 1997a, 0) npencrasisitor co0oil cmech
ocobeit ¢ Tf u RfL tunom ¢acerok. [103TOMYy MBI HCKIIOUMIN 3TOT CYCTaB OBEI] U3 MPOIEIYPbI
KaTuOpOoBKU (HOpMyII.

2.3.5 llonoop ko3¢ duumneHToB
B pesynbratre wucnonb3oBaHus uHCTpymeHTa “lTlowick  pemieHuii”  OnNTUMAaJbHBIE

(obecreunBaromue MuHuManbHoe SD) 3HaueHns koadpdunnentoB Ks n Kr yacto oka3piBaroTcst
HeecTecTBeHHO Oonpumu  (>>1). T'eomerpuueckun Kr>>1 o3Hadaer, 4To OCh BpalleHUs
pacmoiiokeHa JaleKko 3a IpeaesiaMd MeXMo3BOHKOBoro maucka (Puc. 8 e), yto mpoTtuBopedut
UMEIOITUMCS SKCIIEPUMEHTALHBIM JAHHBIM O TIOBEJICHUM MTHOBEHHBIX OCEH B MEKITO3BOHKOBBIX
cycraBax (Qiu et al., 2003, 2006; Schmidt et al., 2008). Ks>1 o3HauaeT MONHYIO MOTEPIO
B3aMIMHOTO HaJICTaHUs CYCTaBHBIX MOBEPXHOCTEH IMpe- W MOCT3Urano(u30B, U4TO SBISICTCS JIS
MJIEKOMTUTAIONINX HEBO3MOXKHBIM (ciydail Ks=1 mokxa3an Ha Puc. 8 B). O0a »Tu BapuaHTa Mbl
paccMarpuBaeM Kak HEBO3MOXKHBIE.

[ToaTomMy OBLTH BBEICHBI OTPAaHUYCHUS TSI BO3MOXKHBIX 3HaueHUH kodddunuentor Ks u
KR. beiio ycranoneno, uto 3nadenust kodgduimenton Ks 1 Kr MOHOTOHHO B3aUMOCBSI3aHBI: UeM
BbIllle 3HaueHHe Ks, TeM BbIe COOTBETCTBYIOIEE €My ONTUMaiabHOE 3HaueHue Kr, mpu sTom
Bcerna Kr>Ks. Eciu “Ilouck pemenuii” mokasbiBal, 4T0O MUHMMajdbHOEe SD mocturaercs mpu
KRr<1 (mpumeps! nokaszansl Ha Puc. 8 1, 1), To Ks<I (mpumep nokasax Ha Puc. 8 a, 6), u 3HaueHus
00oux KOAPPUIIUEHTOB (PUKCHUPOBAIMCH KaK OKOHYarenpbHOoe pemeHue. OnmHako, eciu
ontuMaiabHoe 3HaueHne Kr>1, To 3HaueHue 3toro kod3dduirenTa ycTaHaBIuBajIOCh paBHbIM |
(Puc. 8 1), a onTumanbHoe 3HaueHUe kodpdumrenta Ks HezaBUCMMO OAOUPANIOCH C TOMOIIBIO

“IToucka pereHnin”.
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2.3.6 Ilondop ¢popmyJ1 AJis1 pa3IMYHBIX TPYII KHUBOTHBIX
OdyeBuaHBIM 00pa30M, HaUOOJBITYI0 TOYHOCThH pacdeTa amrumtys aROM obGecneunBaroT

dbopmynbl,  amanTUpOBaHHbIE  (HAWIy4YIllee  COUYETAHUE  YHUCIWTENb/3HAMEHATeNnh) U
otkanuOpoBaHHble (k03ddurnmentsr Ks u Kr) s konkpeTHbIX BunoB. OnHako, 3ppeKTHBHOCTD
OOJNBIIMHCTBA M3 JTUX BapUAHTOB OKAa3bIBACTCS BECbMa HHU3KOW IPH TEpexojie OT OJHOTO
MOJIETILHOTO >KMBOTHOTO K JIpPyroMy — KOMOMHAIMH, Aarouue Hu3kyro SD y ogHux oObeKToB,
Jal0T BBICOKYI0 SD y apyrux. DTo CB3aHO, B TOM YHCIE, C CYLIECTBEHHBIMU OTIMYUSIMH B
ONTUMAJILHBIX 3HAYCeHUAX Hapbl KodpduimenToB Kr u Ks Mexay pasHbIMU BUAAMU MOJIEIBHBIX
XKHUBOTHBIX. Kak crepcTBue, mogooHbie popMyIibl IMEIOT OYSHb HU3KHH IMOTEHIIUAI ISl pacyeTa
MOJIBYKHOCTU Y APYTUX BUIOB KUBOTHBIX, JIJIS1 KOTOPBIX MBI HE UMEEM MOJENBHBIX JaHHbIX. 1o
3TOM MpUYHMHE NMPHU MOAO00PE MTOTOBBIX PACUETHBIX (POPMYJ OTAABAIOCH MpEANoYTeHHe Ooiiee
YHHMBEPCAJIbHBIM COYETAaHUSIM, KOTOPHIE CIIOCOOHBI IMOKa3bIBaTh BBICOKOE NPUOJIMKEHUE Ha
pa3IMYHBIX MOACTHHBIX BIIAX IIPU UCTIOIH30BaHUH OOIINX IS BceX Kod(hduimeHToB. B monckax
6onee obmux hopmyn s aROM MbI poTecTUpPOBANIN pa3INYHbIe TOABBIOOPKH IO YEIOBEKY U
MapHOKOMBITHBIM. KOpOBBI  MCHONB30BANKMCh JJii ONTUMHU3ALUUA  (GOPMYT TOJBKO  JJst
rpyaHoro/mosicanyHoro otaenoB u Tf/RfLL cycraBoB W3-3a OTCYTCTBHS in Vitro JaHHBIX IJis
mieitHOTo OT/esNa mo3BoHouHuKa (Tabmuma 1).

Jns mpenoTBpaiieHus OMIMOKH, CBSI3aHHOM C KCIOJNB30BAaHHEM JJISl MOMCKAa UTOTOBBIX
KOA(p(UIIMEHTOB TaKUX JaHHBIX, KOTOpbIE MOTYT 3aKjilo4arh B cebe cHucTeMaTHuecKoe
OTKJIOHEHUE OT MOJIETBbHBIX (I€TEPMUHUPOBAHHOE, MPEANOI0KUTENBHO, Y3KOH OHOIOrHUeCcKOM
crenuanu3anyeit), Haumenspas SD He3aBUCHMO OIIEHHBAJIACh B PA3JIMYHBIX HA0OPAX KUBOTHBIX.
W3yueHHbIE OBIBI M CBUHBH OBUTH Pa30MTHI HA HECKOJIIBKO TOABBIOOPOK, MMOCKOIBKY M3YUCHHBIC
CKEJIEThI OTIMYAIUCH OT KUBOTHBIX B 3TAJOHHBIX MCCIIEAOBAHUAX IO MOy WM mopoxe. Tpu u3
HCCJICIOBAHHBIX CKEJIETOB OBEIl MPHHAJJICKATN caMIlaM MOpPOAbl MEPUHOC, JBa — CaMKaM
HEM3BECTHON MOponbsl. MonenbHbIe JaHHbIE IMONYYeHBI Ha CKEJIETHO-CBSI30YHBIX Iperaparax
camok ropozasl MepuHoc (Wilke et al., 1997a). IToaTomy ckeneTsl oBel ObUTH TPOAHAITM3UPOBAHBI
B TpEX MOABBIOOPKAX: BCE OBIIbI, TOJHKO CaMIIbI OBEI] MOPOABl MEPUHOC, TOJIBKO CaMKH OBEIl
HEH3BECTHOH MOPOIBI.

J1Ba 13 4eThIpEX NCCIIEOBAaHHBIX CKEIETOB CBUHEN MPHHAIIC)KATN JOMAITHIM CBHHBSM, JBa
JIPYTUX — TUKUM KabaHaMm. Bce cBUHBM B MOZIeTbHOM HcclieoBanue Obu nomamraumu (Wilke et
al., 2011). Takum oOpa3oM, CBUHbH ObLIN MPOAHATU3UPOBAHBI B ABYX OTAEIHHBIX MOABBIOOPKAX:
BCE CBUHBH U TOJILKO JIOMAIITHUE CBUHBH.

Haubonee ymayHbIM pemieHWEeM, B TEOpUH, SBISIETCS OOHA W Ta JKe Tapa
YHCIIUTENIb/3HaMEHaTeb ¢ OAMHAKOBbIMM 3HaueHussMU Ks u Kr, kotopas naBajma Obl

MHUHUMAaNIbHBEIH SD MCXKAY paCCYUTAHHBIMU W MOACIBHBIMU JAHHBIMH B KaXXIOM Ha60pe
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KUBOTHBIX. B JefCTBUTENPHOCTH 3TO YCIOBHE HHUKOIZAa HE BbIMoNHseTca. [loatomy 1uis
JOCTH)KEHUSI JIOCTAaTOYHO BBICOKOW YHUBEPCAIBHOCTH B KAueCTBE HAWIYUYIINX PEIICHHUH
BbIOMpanch (OpMyIibl, KOTOpbIE Aal0T Oojiee WM MEHee OIMHAKOBO Manoe SD it kaxaoro
Ha0opa MOJIEIbHBIX JKUBOTHBIX C OIHOM U TOM ke mapoi yncnuTesb/3HaMeHarenb. OnTumMaibHble
KO3(GUIMEHTHI, BEIOPaHHBIC I STHUX YHUBEPCAJIbHBIX Map YUCIUTEIh/3HAMEHATeNlb, HEMHOTO
OTJIMYAINCHh B Pa3HbIX Habopax >KMBOTHBIX. OKoHYaTeNbHBIA BBHIOOp 3HaueHui Ks m Kr Obu1
celaH B IOJb3Yy MOABBIOOPOK, MCKIIOYAIOIUX CAMIIOB OBELl MEPUHOCOB M JUKUX KaOaHOB,

IMOCKOJIbKY OHHU Han0oJIee CUIBLHO OTIUYAIOTCS OT MOICJIbHBIX >KMBOTHBIX.

2.3.7 “IIpobseMHbBIe CyCTABBI”
HroroBass cymMMa KBaJpaTOB pa3HUIIbI, U3 KOTOPOH BIOCIEACTBUM paccuuTbiBaeTca SD

MEXTy MOJICTPHBIMU U PACCUUTAHHBIMU aMILTUTYJAMH, 9aCTO CKJIAIbIBACTCS Ha OOJBIIYIO CBOIO
YacTh U3 HECKOJIBKUX OOJBIINX OTKIOHEHUH, KOTOPHIE MOTYUYEHbI BCETO B HECKOJIBKUX CyCTaBax,
KOTOpBIE MOYKHO paccMaTpHUBaTh Kak BEIOPOCHl. UTOOBI momy4YuTh 3HaueHus koddduunenton Ks u
Kr, koTopble OyayT ONTHUMAanbHBIMH JJs OOJBIIMHCTBA CYCTaBOB, MBI HCKJIIOYAId U3
pPaccMOTPEHHUS TAKUE CYCTaBBI-BBIOPOCHL. KpuTepuem NCKITIOUeHHs CyCTaBa SBISICTCSI OTKJIIOHCHUE
paccuntannoro aROM ot stanonnoro 6osnee yeM Ha £2SD, HO HE MeHee ueM Ha +5°.

Bonpiioe kKoJUYE€CTBO HMCKIIIOUECHHH SIBISICTCSI HETATMBHOM XapaKTEPUCTUKON pacuEeTHOU
dbopMynBl U CBUAETEIHCTBYET MPOTHUB €€ HAACKHOCTH M YHUBEpCATbHOCTH. [lodTOMYy MBI
OTPAHUYMIIM YHCIIO CYCTaBOB, KOTOPBIE JIOMYCTUMO MCKITIOYHUTH TpH moxoope Gopmyi: He Oonee
TpeX Ha BECh MMO3BOHOYHUK U HE O0JIee IBYX Ha KaKIbIi pErHOH MMO3BOHOYHHMKA MW THI (aceTok.
Eciu KOMMYECTBO HCKIIOYA€MBIX CyCTaBOB TMPEBBINIATIO OTOBOPEHHBIE OTpPaHUYEHUS, U3
pPacCMOTPEHHST HCKIIOYAIMCh TOJBKO HAmOoIee CHUJIBHO OTKIIOHUBIIHMECS OT MOJENIbHBIX
3HaYeHMA. JlaHHBIE 0 UCKITIOUEHHBIM CycTaBaM npuBeieHb! B [Ipunoxenun 1 (Tabmuma 1-6).

2.4 Pe3yabTarhbl BepuGuUKAIUN TPUTOHOMETPUYECKUX (hopMyJI

2.4.1 OnTuMajabHbIH a010H (OPMYJIbI
B xone npoBepku ObUIO MOKAa3aHO, YTO MPAKTUYECKH BO BCEX COUYETAHUAX UYMCIUTENS U

3HaMeHares mabsoH [A] o6mamgaer OoJiee BRICOKOIH pacueTHON TOYHOCTHIO, YeM 11adiioHbl [B] u
[C] (Taoumn. 4).

B 3aBucumocTr oT THIa ¢aceTok 3uranouzoB W COYCTAHUS UYHCIUTES W 3HAMEHATEIs
mrabiior [C] MokeT IOBOJBHO OMU3KO HMpUOIMKaThes Mo SD K onTHManbHOMY Ui pacyéra
mabnony [A]. Omnako, manubie ¢opmyssl [C] UMEIOT aBa CYyNMIECTBEHHBIX HEIOCTaTKa: BO-
MEPBBIX, OHU MPAKTUYCCKU HUKOTAA HE JEMOHCTPHUPYIOT 0oJiee BHICOKON pacyeTHON TOYHOCTH;
BO-BTOPBIX, HE O00JaJar0T yCTOMYMBOCTBIO mabmoHa [A] u Moryt aemoHcTpupoBath SD

MPEBBIMIAIOIIYIO TAKOBYIO M3 aHATIOTHYHON GopMyIIbl U3 11abioHa [A] B HECKOIBKO pas.
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Tadanua 4. CpaBHeHHe TOYHOCTH TpeX 1madiaoHoB hopmysl ([A], [B], [C]) Ha mpumepe deTsipex
pPa3IMYHBIX COYETAHWW YHMCIUTENS M 3HameHatens mis pacuera LB u AR, u nByx codertanuit
YUCIIUTENS W 3HameHarens i pacuera SB. SD — crammaprHoe otkioHenue (°) Mexmy
pacCYMTaHHBIMH W MOJeIbHBIMU 3HaueHusMH aROM (B suelikax ykazaH Auama3oH IS
pa3InYHbBIX MOABBIOOPOK KUBOTHBIX); DIff — pa3Huia B nporeHTax ot jydmiero madiona (X) B
CTPOKE TaOJIUIIBL.

Cocr-ast 1Ia6mnon Gopmyisl
Tun Yucnurens/
ABIDICHIL tacerok 3HAMEHaTelb (Al - [B] - (€l -
SD (%) Diff SD (%) Diff SD (%) Diff
RF L/ Rvert 3,44-39 X 5,46-5,77 +59% 3,71-4,18 +8%
L/Q 3,54-4,09 X 5,37-5,77 +52% 3,61-4,15 +2%
B - L/ Rvert 1,52-1,82 X 3,65-4,18 +140% 1,97-2,37 +30%
L/Q 1,48-1,82 X 3,61-4,16 +144% 1,9-2,32 +28%
RIL L / Rvert 1,58-1,95 X 4,42-45 +180% 2,02-2,57 +28%
L/Q 1,61-2,05 X 4,4-45 +173% 2,14-2,55 +33%
L/D/2 3,87-4,83 +3% 7,81 +108% 3,75-4,89 X
Rf L/ Rlat 3,56-4,23 X 7,81 +119% 3,79-4,55 +6%
W/ D/2 4,56-5,13 X 12,37 +171% 4,56-5,31 X
W /Rlat 3,97-4,63 X 11,49 +189% 4,05-4,84 +2%
L/D/i2 2,95-3,29 X 7,75 +163% 3,3-3,62 +12%
LB T L /Rlat 2,81-2,98 X 6,56 +133% 3,62-3,71 +25%
W /D/2 3,19-3,24 X 7,07 +122% 3,24-3,27 +2%
W / Rlat 2,24-2,43 X 6,63 +196% 2,72-2,93 +21%
L/D/2 1,76-2,21 X 7,07 +302% 2,12-2,97 +20%
RIL L /Rlat 2,35-2,76 X 6,24 +166% 2,66-3,78 +13%
W /D/2 2,95-3,07 +2% 7,07 +145% 2,88-3,16 X
W / Rlat 1,67-1,9 X 4,21 +152% 2,14-2,74 +28%
W / Rvert 1,95-2,49 X 4,02 +106% 2,47-2,93 +27%
RF W /D/2 2-2,65 X 4,09-4,11 +105% 2,37-2,77 +19%
L/ Rvert 2,95-3,13 X 3,41-5,49 +16% 4,47-4,8 +52%
D/D/2 3,16-3,32 X 4,14-4.4 +31% 3,99-4,05 +26%
W/Q 2,93-3,26 X 6,86 +134% 2,95-3,42 +1%
AR T W /D/2 2,24-2,77 X 6,48 +189% 2,98-3,49 +33%
D/Q 3,33-3,73 X 8,17 +145% 3,56-3,92 +7%
D/D/2 2,66-3,27 X 6,56 +147% 4,45-4,67 +67%
W/Q 1,26-1,73 X 1,76-2,21 +40% 19-2,1 +51%
RIL W /D/2 1,82-2,02 X 1,84-2,28 +1% 3,19-3,63 +75%
D/Q 1,05-1,55 X 1,34-1,67 +28% 1,73-2,26 +65%
D/D/2 1,41-1,84 +16% 1,22-1,55 X 4,43-5,06 +263%

[TpoBepka MHOXHTeNs 1151 3HaMeHarens Buaa 2*Kr*Y+b (BMecro 2*Kr*Y), rae b Obuio
TpeTel BEMUYMHOM, 3HaUEHUE KOTOpOH noadupanocs mpouenypoit “Ilouck pemienunii” mokasano,
YTO 3HAYCHHUE MepeMeHHOU D 1y Bcex mpoBepeHHBIX Gopmyin npuHUMaeT 3HaueHue 0. Takum

00pa3oM 3TOT 3HaAMEHATe b MpUoOpeTaeT UCXOAHbIN Bua 2*KR*Y.

2.4.2 Tunsl ¢gaceTok 3urano(u3os NpeanoOYTUTEIbHBI NepPe/ OTAeIaMHU MIO3BOHOYHMKA NIPH
onTUMHU3ALMH (GOPMYJIbI
B Tabnuie 5 cBeneHb! pe3ynbTaThl CpaBHEHUH (HOPMYIT, ONTUMU3NPOBAHHBIX JJIsl pacyera

ammuntyg aROM B TynoBUIIHON YacTU MO3BOHOYHOTrO cTos0a. CpaBHEHHUS MOKA3bIBAIOT, YTO
TyqmuMu GopMmynaamu Juis pacueta aMiuiuTyl aROM y mapHOKOIBITHBIX SIBISAIOTCS (DOPMYIIBI,
OTKaJIMOPOBaHHbIE JJIs1 PA3IMUHBIX THIIOB (haceToK 3uranopu3oB (OHU UMEIOT Oonee Hu3kud SD
MEXIy pPAacCCUUTAHHBIMH W JTAJOHHBIMU JAHHBIMH). MeHee TOYHBIMHU SIBISIOTCS (DOPMYIIBL,

OTKaNMOpOBaHHBIEC JUISI OTAEJIOB TO3BOHOYHOTO CTONI0A, a HaMMEHEEe TOYHBIMU — (HOPMYJIBL,
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Tabauma S. CpaBHeHnue TouHoctu pacueta aROM i TyJOBMIHOM 4YacTH NMO3BOHOYHHKA Y
UCCJICIOBAHHBIX MapHOKOMBITHBIX C MCIIOJIb30BAHWEM Tpex HaOopoB (opMyi: NepBblii Habop
OTKaJIMOPOBaH JJIs Pa3IUUHbIX TUIOB (paceTok 3uranopuzos (Tfu RfL), Bropoii — st pa3nuyHbIX
OTJICJIOB TIO3BOHOYHWKA (TPYIHOM ¥ TOSCHUYHBIN), TPETUH — OTKAJIMOpPOBaH [JIsi BCEH
TYJIOBUIIHOW 4acTu mo3BoHOYHHMKAa. Camu (opmynsl manel B Tabmuume 6. SD — cranmaptHoe
OTKJIOHEHHE (U3MEpPEHHOE B Ipajaycax, kak 1 caMm aROM) Mexxay 3TaJOHHBIMU U PAaCCUUTAHHBIMU
3HaueHusIMH aROM BO BceX MEXKIO3BOHKOBBIX CYCTaBaX TPYIHOTO W MOSCHUYHOTO OT/EIIOB.
Brinenennsie nomyxupHbeiM cTpoku "CpenHss" mpeactapisitoT coboit cpeanee SD, paccuuTaHHOE
kak (SD Ovis + SD Sus + SD Bos)/3, MUHUMaNbHOE 3HAYEHUE KOTOPOTO OBUIO KPUTEPUEM IS
ontumuzanuu Gopmynsl. B kaxxnoil cTpoke siueiika ¢ JydyIlIMM 3HAUY€HHEM OCTaBiieHa Oeloi, ¢
IIPOMEXYTOYHBIM 3HAYCHHUEM BbIJIeJIeHa OJIeTHO-CepPhIM, a C XYM 3HAYEHHUEM BbIJIeJIEHA TEMHO-
CEpPBIM.

SD (9
Paznuunsie
THI IBHKEHUs Paznnunere (bopMyITBI TS %iuiaigflfMgg;
bopmynsr mis Tf u TPYAHOTO U A }; THIH
RfL cycraBos MOSICHUYHOTO ac
OTIENIOB MI03BOHOYHUKA
Ovis 1,86 1,73
Sus 1,9 2,37
SB Bos 1,15
Cpennss 1,68 1,75
Ovis 3,6 3,43
Sus 1,82
LB Bos 1,36
Cpennss 2,26
Ovis 2,37
Sus 2,06
AR Bos 1,73
Cpennss 2,05

OTKaJIMOpOBaHHbIE Ui BCEH TYIOBHIIHOW 4YacTH IMO3BOHOYHHMKA. DTO BEPHO I BCEX Tpex
COCTABJISFOIIUX MEKIIO3BOHKOBOW TMOJIBMKHOCTH, HO B pa3nn4yHoi crernenu. B Tabmure 5
MOKa3aHO, 4YTO B ciydae SB, BBIMIPBIII B TOYHOCTH pacdyera € IOMOLIbI0 (popmyi,
ONTUMHU3UPOBAHHBIX JJIS1 PA3JIMYHBIX TUIOB (PaCeTOK XapaKTEPEH TOJIBKO JUIsl CBUHEH, OTHAKO OH
JIOCTATOYHO BEJIMK, YTOObI KOMIEHCUPOBATh HEKOTOPHIE NMOTEPH B TOYHOCTH JJIsi KOPOB M OBEIL.
3T0 00CTOATENBCTBO OOBACHSIETCS TEM, YTO JUIsSI CBUHEH XapaKTepHO HAauOOJIbIIEe PACXOKICHHUE
MeX1y FpaHuLiaMu rpyaHoro otaena u oraena Tf cycraBos. Tak, 00bIUHO /U1 CBUHEN XapaKTepHO
yetblpe RfL cycraBa B rpyiHOM OTze1€ IPOTUB OJHOTO Y OBell ¥ kKopoB. B ciyuae LB, popmyinsl,
ONTUMHU3UPOBAHHBIE [T TUIA (DACETOK, SABIAIOTCS OoJiee TOYHBIMU HE TOJBKO ISl CBUHBH, HO U
Ui KOpoBbl. A B ciyyae AR, oHu Oojee TOYHBI JJISi KaXJOTO M3 TPEX BHIOB MOAEIHHBIX
MapHOKOIIBITHBIX, 1 UMEIOT HauOOJIBIIUI BBIUTPHINI B TOUHOCTH pacyeTa Mo cpaBHeHHIO ¢ SB u
LB. Taxk, pacuer AR aROM B TyJ0BHIIIHONM 4acTH MO3BOHOYHUKA NAPHOKOIBITHBIX C IIOMOLIBIO
ONTUMANIBHBIX (GOopMya A (aceToK 3uUramno@us3oB JaeT MOYyTH B 2 pa3a MeHbumid SD ot
ATAJIOHHBIX JIaHHBIX, YeM YHUBEpcalbHas (opMmyna i TYIOBHIIHOTO oTaeia. [IpenmymiecTBo

dbopMyI1, OTKaTUOPOBAHHBIX /I KOHKPETHBIX THIOB (haceTok 3uranopusoB Haa (GopMylaMu,
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OTKaJIMOPOBaHHBIMH JUIsl OT/AEJIOB MO3BOHOYHMKA, YKa3bIBaeT Ha TO, YTO THI (DACETOK SIBISETCA
OoJiee BaXXHBIM MPEIUKTOPOM, ONPEACISIONINM OHOMEXaHUKY ITO3BOHOUYHUKA, YeM HAJHMYUE WU
OTCYTCTBHE CBOOOJIHBIX pedep.

OntumanbHble  (OpPMYINbl, ONTUMHU3UPOBAHHBIE I Pa3IUYHBIX TUIOB  (haceTok
surano¢u3os (Tf u RfL), oTnenoB no3BoHouHuKa (TpyJHON U MOSCHUYHBIN) U 001IHe (HOPMYIIBI
JUTSL TYJIOBUIIHOW YacTH NMO3BOHOYHHKA, KOTOPBIE OBUTM IPOTECTUPOBAHKI s pacueToB aROM y

MapHOKOIIBITHBIX, MIpe/icTaBlIeHbl B Tabnule 6.

2.4.3 Utorossbie (hopmyJibl
Jlyumme ¢opmynbl, moJoOpaHHBIE B IpoIecce KaTMOPOBKH MOJEIH IIPEICTABICHBI B

Tabmuue 7. 3nauenus SD Mexay BCeMU PACCUMTAHHBIMHU M CPEIHHMH TATIOHHBIMU JaHHBIMHU
ykaszanbl B Tabnuime 8. Koaddumment xoppensiuu [Tupcona () u t-tect CrbrogeHTa (p) s
MapHBIX BBIOOPOK MEXKAY CPEIHUMH PACCUYUTAHHBIMU U CPEIHUMH ITAJIOHHBIMH aMIUIUTYIaMHU
aROM ykazan B Tabmuie 9. Busyanmusaius pacCUMTaHHBIX M MOZCJIBHBIX 3HaueHH aROM
nmokasana Ha Puc. 13, 14.

Jns pacuera SB mapa uucnutens/3Hamenarenb L/Rver, mpemioxkennas Ky3HemoBbIM H
Tepemenko (2010), okazanack Hauiydmed W3 TpoBepeHHbIX. OHAK0, KaauOpoBKa (GopMys
nokasaja, 4yTo JUIsl BCeX TpeX TUIOB (haceToB 3Urano(usos, a TAKKe JUIs JI0AEH 1 MapHOKOIBITHBIX
Jy4Ille UCIONb30BaTh pa3innuHbie 3HaueHus kodpdunrentoB Ks u Kr. [IpumeuarensHo, 4to mis
Tf u RfL cycraBoB 3HaueHus kod¢p¢ummenta Ks y yenoBeka 3HAYUTENHHO BBIIIE, YEM Y
MApPHOKOIBITHBIX. DTO 0003HAYAET, YTO Y TAPHOKOMBITHBIX COXPAHSIETCS OTHOCUTEIHHO OOJIbIIIEe
MEePEeKphITHE MEX Y (paceTkaMu Mpe- U MOCT3Uranou30B ABYX MOCIEI0BATEIHHBIX TO3BOHKOB BO
BpeMsl MaKCUMaJbHOU (pIEKCHU U IKCTEH3MH B CYCTaBe, YTO, OUEBUIHO, OOJiee BAXKHO IS MX
YETBEPOHOTOT0 Tajona, YeM /Il IBYHOTOW JJOKOMOIIMH Y YEJIOBEKa.

[ns pacyera LB napa uncnutens/3HameHarenb L/(Dmax/2), npemioxkenHas Ky3HenoBbmM u
Tepemenko (2010), okazamace He aydmuM pemieHueM. J[ns meliabx (Rf) mo3BOHKOB mydmmm
COYETaHHEM YUCIUTENS U 3HaMeHaress siBisercs napa L/Ria, 1 rpyaasix T cycraBoB — W/Rlat
(T.e. IBMKCHHWE OTPAHMYUBACTCS IIMPUHON (haceTok, a He WX JUMHOK), a misa RfL cycraBoB —
Dmax/Riat. ITocnennioro mapy cioskHee BCEro BhIPa3uTh T€OMETPHUUECKH, KaK, HampuMmep, Ha Puc.
8. B ommume ot SB, nmns Hambosnee touHoro pacyeta LB aROM y oBem gomkHa OBITh
ucnoib3oBaHa apyras napa kodpdunuentoB Ks u Kr B Rf u Tf cycraBax. 3nauenuss aROM mnst
CBUHEH U KOPOB YCIICIITHO PACCUYUTHIBAIOTCS TI0 OOIIHUM C YEJIOBEKOM 3HAUYEHUSM KOAPPUITUEHTOB.
Jlns oBery ke TpeOyrorcs 6onee Bbicokue 3HaueHus Ks; 0,42 nporus 0,29 B ciayuae Rf cycraBos u
0,33 mpotus 0,21 B cmydae Tf cycraBoB. Tonsko B RfL cycraBax obmas popmyna LB aROM nns

OB€II BMCCTC CO BCEMHU OCTAJIBHBIMH MOACIIbHBIMH 00bEeKTaMH pa60TaeT XOopo1Io.
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Tadauua 6. Ontumansable Gopmyinbl s pacdera aROM B TyJTOBHUITHON YacTH MO3BOHOYHMKA,
IPYAHOM U MOSICHUYHOM OTJIeJIaX CIIUHBI U CYCTaBaX C pa3JIMYHBIM TUIIOM (paceTOK 3Uranoduzos.

Tun
Tun npuxeH (bacetok Peruon Dopmyna
Vimsepe SB Tymnos | ¢ = [arcsin(Liong/(2¢1* Rvert)) + (220,14 — 1)e(arcsin(Lshort /(2*1* Rvert))]*360/1
thopmyna s LB TynoB | ¢ = [arcsin(Dmax_tong/(2+1* Riat)) + (2+0,08 — 1)(arcsin(Dmas_short/(2+1* Riat))]*360/1
TYJIOBHIIA
AR Tynos Q= [arCSin(Wlong /(2'1' Rvert)) + (2'0,16 — 1)'(arCSin(Wsh0rt /(2'1‘ Rvert))]'360/7‘[
T ¢ = [arcsin(Liong/(221* Rvert)) + (220,13 — 1)*(arcsin(Lshort /(2¢1¢ Rvert))]*360/m
SB
PasiaHbIe L ¢ = [arcsin(Liong/(2¢1* Rvert)) + (220,17 — 1)+(arcsin(Lshort /(2¢1¢ Rvert))]*360/7
q)r"lfyl‘;ﬁ‘:o”;" . T @ = [arcsin(Wiong/(2+1* Riar)) + (220,23 — 1)e(arcsin(Wshort /(2+1* Riat))]*360/
HOACHUHOTO L Q= [arCSin(Dmax_long/(z'l' Rlat)) + (2'0,07 - 1)'(aI’CSiIl(Dmax_sh0rt /(2'1‘ Rlat))]‘360/7'[
OT/IETIOB
T @ = [arcsin(Wiong/(2¢1¢ Riat)) + (220,21 — 1)e(arcsin(Wshort /(2¢1¢ Riat))]*360/
AR
L ¢ = [arcsin(Dmax_iong/(2¢1® Riat)) + (220,00 — 1)+(arcsin(Dmax_short /(2¢1* Riat))]*360/
Tf ¢ = [arcsin(Liong/(2¢1* Rvert)) + (220,12 — 1)+(arcsin(Lshort /(2¢1¢ Rvert))]*360/7
SB
RfL ¢ = [arcsin(Liong/(2¢1* Rvert)) + (220,18 — 1)*(arcsin(Lshort /(2¢1* Ryert))]*360/7
Paznuunsie
bopMyIIbl st Tf @ = [arcsin(Wiong/(2¢1¢ Riat)) + (220,24 — 1)e(arcsin(Wshort /(2¢1¢ Riat))]*360/
Tfu RfL LB
CyCTaBOB RfL ¢ = [arcsin(Dmax_iong/(2¢1® Riat)) + (220,07 — 1)+(arcsin(Dmax_short /(2¢1* Riat))]*360/
Tf ¢ = [arcsin(Wiong/(2¢1¢ Riat)) + (2¢0,23 — 1)+(arcsin(Wshort /(2¢1¢ Riat))]*360/
AR
RfL ¢ = [arcsin(Dmax_iong/(2¢1* Riat)) + (220,00 — 1)+(arcsin(Dmax_short /(2¢1* Riat))]*360/

Hns pacuera ammuntyny AR aROM Bo Bcex Tumax CycTaBoB Y BCEX MOJENIBHBIX OObEKTOB
MOKHO HCIOJB30BaTh (JOPMYIbI C OAWHAKOBBIMU 3HaueHUsMHU KodpduuuentoB Ks u Kr. Jlns
melHbIx Rf cycTaBoB styurieii napoii unciaurenb/3HaMeHarenb aBisiercs W/ Rvert, 101 rpyaasix T
cyctaBoB — W/Riat, a s RfL cycTaBoB — Dmax/Riat. BeimisinuT Bmonne norudseiM, urto B Tf
cycraBax 3HaueHHs kodpduinmenta Ks Brime, uem B Rf cycraBax, a B RfL cycraBax 3HaueHue
sToro koddduiveHta M BOBce MagaeT n0 Hyds (T.e. Kpas (aceTok He CMEelAloTCs APYT
OTHOCHTEJIBHO JpyTa 3a MpeJesbl ~“3aMKOB”).

Jyist GonpIIMHCTBA TUTIOB (PaceToK M TPy MOAENbHBIX 00bekToB (Tabmuma 7) 3HaueHue
ko3 dunmenta Kr ynepxkuBaeTcss Ha MaKCUMaJIbHO JOMYCTUMOM 3HadeHMH (1) M HHMKOTZIa He
nagaet HIke 0,69 (SB B Rf cycTraBax y mapHOKOTIBITHBIX ).

UtoroBeie ¢opmynbl ans pacuera SB aROM B cycraBax Tf co crommepom (s
KpaHUAJIbHOM YacTH TpymHOro otaena rumnmonorama) u RfL cyctaBoB (s mOsICHUYHO-
KpPECTIIOBOTO CyCTaBa y BCEX MAapHOKOIBITHBIX) MpeacTaBieHsl B Tabmure 10. Pacder mo stum
dopmynam (Puc. 11 6, B) MoxeT naBath Oosbiine UM MeHbIue 3HaueHuss SB aROM, yem pacuer
no craHmapTaeiM gopmynam (Puc. 11 a). Oto Oymer o3Ha4aTh, 4YTO SIMKAa C OTPAHUYUTEIIEM

9KCTCH3HHU IMO3BOJIACT, COOTBCTCTBCHHO, YMCHLIINUTL WJIM YBCIIMYUTH NCPCKPLITUC (1)3,C€TOK u,
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CJIEZIOBATEIbHO, YBEIIMYUTh WM YMEHBLIUTH AaBlIeHHE (PACETOK JAPYr Ha Jpyra B IOJOKEHHE
MaKCHUMAJIBHOW JOPCAJIBHOM JKCTEH3MM 10 CPaBHEHUIO CO CTAHJAPTHBIMH MEKIIO03BOHKOBBIMU

cycTaBaMu 0€3 OTpaHUIUTEIICH.

Tadauua 7. Utoroseie dopmynbl. 3Hauenus kodddunmentor (Ks mist uncnurens n Kr s
3HAMEHATEJIs1) OTMEUYCHBI KUPHBIM

Tun Tun

IBWKEeH | (acerok Obmexr ®opmyiia
Rf @ = [arcsin(Liong/(2¢1¢ Ruen)) + (220,17 — 1)+(arcsin(Lshort /(2+1¢ Ryen))]*360/7
Tf Homo ¢ = [arcsin(Liong/(2°1¢ Rvert)) + (2¢0,2 — 1)e(arcsin(Lshort /(221 Rvert))]*360/7
RfL ¢ = [arcsin(Liong/(2¢0,87¢ Rvert)) + (220,29 — 1)+(arcsin(Lshort /(2¢0,87¢ Rvert))]*360/
°® Rf @ = [arcsin(Liong/(2°0,69¢ Ruer)) + (20,14 — 1)e(arcsin(Lshort /(2°0,69+ Ruen))]*360/7

Tf IMapHokonsitHele | ¢ = [arcsin(Liong/(2¢1e Ryert)) + (220,12 — 1)e(arcsin(Lshort /(221 Rvert))]*360/7

RfL @ = [arcsin(Liong/(2+1* Rver)) + (220,18 — 1)=(arcsin(Lshort /(2°1* Ruert))]*360/7
Ovis ¢ = [arcsin(Liong/(2¢0,9¢ Riat)) + (20,42 — 1)e(arcsin(Lshort /(2¢0,9¢ Riat))]*360/
a Homo u Sus ¢ = [arcsin(Liong/(2¢1* Riat)) + (220,29 — 1)e(arcsin(Lshort /(2¢1¢ Riat))]*360/
LB Ovis @ = [arcsin(Wiong/(2¢1¢ Riat)) + (20,33 — 1)e(arcsin(Wshort /(2¢1¢ Riat))]*360/
T Homo, Sus, Bos | ¢ = [arcsin(Wiong/(2+1* Ria)) + (240,21 — 1)e(arcsin(Wshort /(2+1¢ Ria))]*360/
RfL Bce Buns ¢ = [arcsin(Dmax_iong/(2¢1® Riat)) + (220,08 — 1)+(arcsin(Dmax_short /(221 Riat))]*360/
Rf Bee puner @ = [arcsin(Wiong/(2+1¢ Ruert)) + (2¢0,16 — 1)=(arcsin(Wshort /(2+1* Rvert))]*360/1
AR Tf Bee punt @ = [arcsin(Wiong/(2+1+ Ria)) + (2¢0,23 — 1)+(arcsin(Wshort /(2+1* Riar))]*360/7
RfL Boe et @ = [arcsin(Dmax_tong/(2+1* Ria)) + (20 — 1)=(arcsin(Dmax_short /(2*1¢ Riat))]*360/7

3adacerounslii cronop He BiuseT Ha pacueT aMuiuTy LB 1 AR aROM, Tak kak 4yuciaurenb
B popmynax, mpeacrabneHHbIx B Tabmure 7 s LB u AR aROM st RfL daceTok — 310 mupuna
(Dmax) Mexay narepaibHbIMU KpasiMu (paceTok B momepeyHol miockoctu (cM. Puc. 9 u 10) u
MIO3TOMY HE 3aBUCHUT OT MOp(OJIOruH 3ahaceTOUHbIX IMOK. DTO YTBEPKJIEHHE ObLIO IMPOBEPEHO
IpY CPAaBHEHUH PACCUUTAHHBIX aMIUIUTYJI C aMIUIUTYIaMH, 3aMEPEHHBIMHU in Vitro B MOSCHUYHO-

KpECTIIOBOM cycTaBe 4yenoBeka (Yamamoto et al., 1989).

2.4.4 CpaBuenue popmyJ nis pacuera SB, LB u AR aROM
Bepudukanus wMomenu Tmokazanga, 4YTO TMOAOOp TAapbl YUCIHTENIh/3HAMEHATENh U

KaJTUOpOBOYHBIX KO3 uIMeHToB g pacuyeta aROM ans pa3nuuHbIX THIOB (haceTok
3urano(u3oB MO3BOJIAET JOCTUYHL OoJiee BHICOKOW TOYHOCTH pacyeTa, YeM HCIIOIb30BaHue
YHHUBEpCAIbHOU (OPMYJIBI I BCETO MO3BOHOYHUKA WM (POPMYIT IS Pa3IHUHBIX OTAEIIOB CIIMHBI
(Tabm. 5). ITapameTpbl Rvert 1 Riat OKa3aauch ONTHMATBHBIMEA 3HAMEHATEIISIMU TSI JTFOOOTO THTIA
dacerok 3uranodu3zos npu pacyete ammuTyn SB u LB aROM coorBercTBeHHO. CTOUT OTMETHUTH,

4TO Rvert 1 Riat ObIIM BbIOOpaMM Ha POJIb 3HAMEHATENS MO YMOJIYAHUIO, U TOT (KT, 4YTO OHHU

51



OKa3aJIUCh JIyYllle aJbTepHATUBHBIX IapaMeTPOB, IOATBEPXKAAET OOIIyI0 00OCHOBAaHHOCTH

MEXaHUCTHUYECKOM MOJIeNH, n300paskeHHou Ha Puc. 7 u 11.

a0 - 1
(a) Homo sapiens (r) Sus scrofa
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In vitro aBROM In vitro PaccunTanHbii PaccuutanHeid SB aROM PaccyuTanHbii LB aROM PaccunTakHeli AR aROM
(cpenHue) aROM = SD aROM (cpenHuit) (pasmax ot MMH x MAKC) (paamax ot MUH k MAKC) (paamax ot MMH k MAKC)

Puc. 13. PaccuntanHble O TPUTOHOMETPUYECKUM (HOpMyJaM U U3MEPEHHBIE in Vifro 3HAYEHUS
aROM B MeXMO3BOHKOBBIX CyCTaBaX MPEIKPECTIIOBOTO OT/ela MO3BOHOYHHKA YeloBeKa (a-B) U
cBuHbH (T-€). Bepxuuii psg (a, r) SB aROM; cpennuit psg (0, 1) LB aROM, Huxuuit psn (B, €)
AR aROM. Ocp abcumcc Ha KaxaoMm rpaduke TrpajaydpoBaHa IO HOMEPAM TO3BOHKOB.
BeprukanpHble TYHKTUPHBIC JIMHUH TPOXOIAT HA YPOBHE IO3BOHKA, B KOTOPOM IPOHCXOIHT
U3MEHEHHE THTa (aceToK 3Uranou3oB U, COOTBETCTBEHHO, U3MEHsETCs (opMylia JUlsl pacyera
aROM. In vitro aROM mnokazan yepHoii TuHHEH (cpeqHee 3HaUYeHHe) ¢ cepoit 30H0# (SD) Bokpyr
Hee, 3HaueHHUs IJIs TMOCTPOEHUS KOTOPHIX B3ATHI U3 JIUTEPATYpHBIX HUCTOYHHKOB (Tabm. 1);
npo0ensl Ha TpaduKax, TOCTPOSHHBIX JIJISl YEIOBEKA COOTBETCTBYIOT MEKITO3BOHKOBBIM CYCTaBaM,
JUTSL KOTOPBIX JaHHbIe oTcyTcTBYIOT (Wen et al., 1993; Wilke et al., 2017; Yamamoto et al., 1989).
Paccunrannsie ammuntyasl aROM nokasansl 6emnoii TuHueH (cpeaHee 3HaYeHUE ) C IIBETHON 30HOM
(Imama3oH OT MaKCUMyMa JJ0 MUHMMYyMa) BOKpYT Hee. 13 Belyaev et al., 2021a ¢ u3sMeHeHUSIMH.
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Puc. 14. PaccuutanHble 110 TPUTOHOMETPUUECKUM (POpMYyZiaM U MU3MEPEHHBIN in vifro 3HaYEHUS
aROM B MeXI03BOHKOBBIX CyCTaBaxX MpPeAKPECTIIOBOTO OT/IeNIa TO3BOHOUYHHUKA OBELl (a-B) U KOPOB
(r-e). Ob6o3Hauenus Ttakue xe, kak Ha Puc. 13. [IpobGensr Ha rpadukax in vitro aROM
COOTBETCTBYIOT MEKITIO3BOHKOBBIM CyCTaBaM, JJi1 KOTOPBIX HET 3TAIOHHBIX JaHHBIX (KOPOBa) WU
OHH HEJIOCTOBEPHBI U3-3a CMEIIeHUs TUIIOB (paceTok 3uranodu3oB B cycTraBax (oBua). 13 Belyaev
et al., 2021a ¢ ”3BMEHEHUAMU.

Tounsii pacuet ammutyn SB aROM Tpebyer pa3znuuHbix 3HaueHui ko3dduunentos Ks u
KRr a5 mroneil ¥ HapHOKOMBITHBIX, @ TaKXkKe IS KaKJ0T0 U3 TpeX TUIOB (paceToK 3UTrarnoQu3oB.
OpnHako onTHMalbHas Mapa YUCIUTENIb/3HaMeHaTeNnb Ui pacyera SB Bcerma onmHakoBa — 3TO
L/Rvert, HE3aBUCHMO OT BHjaa W Tuma ¢acetok 3uranopu3oB. B cmyuae SB HaOmiomaercs
HAaWMEHBIIMNA BBIMTPHIINI B TOYHOCTH pacdeTa aMruiutyn aROM Omarogapsi MCrosib30BaHHIO
bopmyn, oTkaninOpoBaHHBIX 11 TUMa ¢aceTtok (Tabm. 5). 3HauUUTENbHBIN NPUPOCT B TOUHOCTH
pacuera xapakTepeH TOJbKO JUIsi cBHHEH. OueBHAHO, 3TO CBA3aHO C CYIIECTBEHHO OOJBLINM

KoinmuecTBoM RfL CYCTaBOB B I'pyAHOM OTACJIC TO3BOHOYHHKA Y 9TUX )KUBOTHBIX.
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Hamnporus, B cinyuae pacyera ammutyq AR aROM nydime napsl YuciauTeNnb/3HaMeHaTe b
Pa3IUYHBI JUTSI Pa3HBIX THUIIOB (PAcEeTOK, HO JUIS KAXKIOro THIa (aceTOK MOXKHO HCIOIh30BATh
001ryto hopmyiy (OIMHAKOBBIE YUCITUTENIb/3HAMEHATEIh, OTMHAKOBBIE 3HAUCHUS KO3(PDUIIUSHTOB
Ks u Kr) nns yenoBeka u mapHOKONBITHRIX. IMeHHO B cmyuae AR Habmiomaercs HanOoOIbIINMA
BBIMTPBIII B TOYHOCTH pacuera aMuinty] aROM nipu ucnonb3oBaHu# GOPMYIT, OTKAITNOPOBAHHBIX

11 Trna ¢acetok 3uranoduzos (Tadmuma 5).

Ta6auna 8. 3HaueHUs CTaHAAPTHBIX OTKIOHEHHUH (M3MEpPEHHBIE B Tpagycax) AJsl Bcel BBIOOPKU
srHauenuit aROM, paccuntanubix o Gpopmynam u3 TaGauIb! 7, OT CpeTHUX ITAJTOHHBIX 3HAYCHHN
aROM mnonyuenHsIx in Vitro

Tun Tun SD (9
mBikeH | ¢acerok | Homo | Sus Bos Ovis
318 | NJA | 251
Rf 1,76 > 87
5 147 | L98 | 088 | 1,92
B 1,67
1,81 | 158 | 1,83
RfL 2,14 174
Bee 171 226 | 1,29 | 2,06
CyCTaBbI 1,92
141 | 239 | N/A
Rf 189 2,37
Tt 1,44 | 2,03 | 098 044
LB 1,54
RfL 1,89 | 148 [ 153 | 23
1,83
Bce 149 | 196 | 1,46 227
CyCTaBbI 1,66
Rf 224 | 313 | NIA | 2,14
2,54
161 | 1,85 | 254 | 2,72
Tf
AR 2,23
RIL 1,35 | 1,95 [ 1,04 | 1,45
1,48
Bce 1,73 | 2,28 [ 1,92 | 2,14
CyCTaBbI 2,03

[ns pacuera LB aROM naOmronaetcst npomexyTouHas cutyauus. Jlydmumii 3HaMeHaTelNb
(Riat) onrHaKOB /17151 BCeX TUIOB (aceTOK, HO YUCIUTENb 3aBUCUT OT THUIIAa CyCTaBOB 3UTano(u3oB.
OOmas gopMmyna y yegoBeKa U BCEX MOAEIbHBIX MapHOKOMNBITHBIX 3(Q(GEKTHUBHA Ul pacyera
aROM B RfL cycraBax. OnHako it Haxofsmuxcsi kpanuanbHee cyctaBoB (Rf m Tf) obmme
(bopMyIbl TOAXOJAT TONBKO AJIs SKJIEKTUYHOM I'PYIIIIbI YEJIOBEK+CBUHBA+HKOPOBA, B TO BpeMs Kak
Uit oBel] TpeOyercs apyras mapa kodpdunueHtoB Ks u Kr, ¢ 6onee BbICOKMMU 3HAUE€HUSMU

ko3 Punmenra Ks.
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Taoauua 9. 3nauenus kodddunuenta koppensuuu [Tupcona (r) u ypoBeHb 3HaunmocTH (p) t-
tecta CThIOJIEHTA JJIS MAPHBIX BRIOOPOK MEXKYy CPEHUMHU aMILTUTy1aMu paccautanHoro aROM
U CPeIHHUMH aMIUTUTyJaMd STaJoHHBIX IN Vitro aROM B MEXIO3BOHKOBBIX CyCTaBax.
PacxoskieHnst HOCST JIOKaJIbHBIN XapakTep, MO3TOMY 4eM OOJIbIie pa3Mep BHIOOPKH (Hampumep,
BCE BUJIBI, BCE CYCTaBbI, BCE COCTABIISIONINE JBIKCHUS), TEM BBIIIIE MTOJIOKUTEIbHAS KOPPEISIIUs
I ¥ TeM peXe BCTPEUYAIOTCS CTATHCTUYECKU 3HAYMMBIC PA3JIMYMs MMOJCYMTAHHBIX U MOJCIBHBIX
ammutyn (p<0,05). Haumbonee penpe3eHTaTHBHBIC SYCUKU BBIICICHBI JKUPHBIM, KITFOUYCBBIC
STYCHKH BBIJICIICHBI YSPHBIM.

t-tect CThIO/IEHTA JUIS TAPHBIX BEIOOPOK
Tun T Koaddunment koppemsimu [Tupcona (r) ®)
ABIDKEH | paceTox Homo | Ovis Sus Bos Bee Homo | Ovis Sus Bos Bee
BUJIBI BUJIBI
SB
Bee 0,872 0,380
CyCTaBbl
LB
Bee 0,909 0,517
CYCTaBbI
AR
Bee 0,856 0,053
CYCTaBbI
0,871 0,578
Bee 0,846 0,140
0,927 0,587
COCT-U¢€ Beoe
0,879 | 0,897 | 0,902 | 0,919 EELM 0,530 | 0,078 | 0,201 | 0,025 0,137‘
CYCTaBbI

Tabmuma 10. @opmynsl ans pacueroB aROM, ncnonp30BaHHBIE B JAHHOM HCCIIEOBAHUU.
Vcnonb30BaHHbIE ONTUMU3UPOBAHHBIE 3HAYEHUS KOA(P(PHUIIMEHTOB yKa3aHbl B IPABBIX KOJOHKAX

Tun Tun Ciry4aii dopmyna
JIBUKEH (acerox
Tf Lpost<Lpre | @ = [arcsin(L;_,reIZRven) — O,88arcsi_n(Lpost/2Rvert) + arcsin(Lfossa/2Rvert) ]*360/x
SB Lpost>Lore | @ = [0,12arcsin(Lpre/2Rvert) + arcsin(Lsossa/2Rvert)]*360/m
RfL Lpost<Lpre | @ = [arcsin(Lpre/2Rvert) — 0,82arcsin(Lpost/2Rvert) + arcsin(Lsossa/ 2Rvert)|*360/1
Lpost>Lore | @ = [0,18arcsin(Lpre/2Rvert) + arcsin(Lsossa/2Rvert)]*360/m

2.5 Ucnojn30BaHue MOIeIH

2.5.1 Pernonaau3anus mo3BOHOYHOI0 CTOJI0A
Beimie ObUT0 MMOKa3aHO, YTO UCTOIB30BaHUE (HOPMYINT, OTKATHOPOBAHHBIX IS Pa3IMYHBIX

TUNOB ()AaCETOK 3UTANO(PHU30B UMEET MPEUMYIIECTBO Hal (HOpMylIaMH, OTKaTHOPOBAaHHBIMH IS
OT/IEJIOB [TO3BOHOYHMKA, IPUYEM I BCEX TPEX COCTABISAIOIINX MEXII03BOHKOBOW MOJABMKHOCTH
(SB, LB, AR) (Tab:. 5). 910 yka3bIBaeT Ha CyII€CTBOBAHHE B3aMMOCBSI3U MEXy MopQonoruei
cyctaBoB 3uranouszoB u ammimutynoii aROM, u B menom Ha OONBIIYI0 BaXXHOCTh IS
OMOMEXaHUKH CITMHBI TUTIA CYCTaBOB 3UTano(r30B, YeM HAJIHYH/OTCYTCTBHS CBOOOIHBIX pedep
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(Ha 4eM TpaJMIMOHHO OCHOBAHO pa3rpaHUYCHHE OT/AEJIOB MO3BOHOYHHKA Y MICKOIMHUTAIONINX). Y
MapHOKOTIBITHBIX, CBOOOIHBIE peOpa MOTYT OBITh TPUYPOUYCHBI KaK K CyCTaBaM C TAHT€HITHAIbHBIM
TUTIOM (haCeTOK, TaK U K CyCTaBaM C “3aMKOBBIM’’ TUIIOM (aceTok. HecMmoTps Ha To, uTo 00a THIa
daceTok coBMecTuMslI ¢ pedpamu, 11t Tf u Rfl cyctaBoB mydiiie ncnons30BaTh Ba pa3HbIX Habopa
dopmyn. C npyroif CTOpoHBI, JJIsi MAPHOKONBITHBIX XapakrepHo Hamnuyne RfL cycraBoB kak B
TPYIHOM OT/IEJIe, TaK U B MOSCHUYIHOM oT/ese. TeM He MeHee, 11l 000MX CITy4aeB IMOIXOST OIHH
u Te ke ¢Gopmynbl. Cirenyer OTMETHTb, YTO BO BCEX in Vitro UCCIEJOBAHUAX MOJBUKHOCTH,
UCIIOJIb30BaHHBIX B KAQUYECTBE 3TAJIOHHOTO HAbOpa AaHHBIX, n3MepeHuss aROM mpoBoaMINCH Ha
Tak Ha3bIBaeMbIX FSU, KoTOpble mpeacTaBiIsitoT OO0 Mapbl WM TPOWKH TTO3BOHKOB, OUHIIIEHHBIX
OT MYCKYJIaTypbl, HO C TIOJIHBIM COXPaHEHHWEM KOCTHOW CTPYKTYpPHI M CBSI304HOTO ammapara. B
uccienoanuu o ceuHbsIM (Wilke et al., 2011) aBTopsI yKa3bIBarOT, 4TO TOJIOBKU pedep HE ObLIN
yAaJleHbl Tepesl HSKCIEePpUMEHTAaMH M OCTaBaluch in situ. VcciemoBaHue, NpOBEIEHHOE Ha
CKEJIETHO-CBSI304HBIX Iperaparax JIomajei 10 u nocie ynainenus pedep u rpynunsl (Townsend et
al., 1983), moka3zano, 4To ynajieHue pedep OKa3bIBaeT HEKOTOPOE BIWsSHHUE Ha aMIuiuTymy AR
aROM TonbKO B KpaHHAJILHOW TMOJOBUHE TPYIHOTO OT/Aea (aMIuuTyasl AR yBenumuuBaroTes 10
+3 rpaaycoB Ha cycraB). TakuMm 00pa3oM THIl cycTaBa 3Urarnou3oB NPEBOCXOAUT HAIUYHE U
OTCYTCTBHUE pebep B KaueCTBE JIETEPMHUHAHTHI OMOMEXaHUKHU TTO3BOHOYHOTO CTOJIOA.
HaunOonpmmii BBIUTPHIII B TOYHOCTH pacueTa 1Mo (opmynnaM, OTKaTHOPOBAHHBIM IS
pa3ianuHbIX TUMOB (aceTok 3uranodusos, naet pacyer AR aROM (cm. Tabn. 5). D10 MOxer
yKa3bIBaTh Ha TO, YTO UMEHHO CHEIHAIN3allis OCEBOTO CKPYUYMBAHUS OOJbIIE BCETO MOBIUSIA HAa
muddepeHManuo TUNOB (aceToK 3Urano@us3oB B HBOMIONMUA  MIIEKOMUTAOMUX. SIpKo
BhIpaskeHHOE nmoHmkeHne ammutya AR mpu nepexone ot Tf k RfL cycraBam 1aBHO TeopeTHuecKu
IpeacKa3aHo opueHTanuen (acerok oTHOCHTENbHO LieHTpa mo3BoHKa (Rockwell et al., 1938;
Gregersen & Lucas, 1967) u 3KkcnepuMEHTaIbHO TMOATBEPKICHO B in Vitro WCCIEIOBAHHIX
OMOMEXaHUKH MO3BOHOYHMKA y pazanuHbix Miekonuraronmx (Townsend et al., 1983, Yamamoto
et al., 1989, White & Panjabi, 1990, Panjabi et al., 1994, Wilke et al., 1997a, c, 2011, 2017,
Haussler et al., 2001, Busscher et al., 2010; Jones et al., 2020). B wuroroBsix ¢opmymnax,
paspaboranHbIx s pacuyera AR (Tabmuma 7), pasauna mexay Tf u RfL cycraBamu BeIpaskaeTcst
B MCIIOJIb30BAHUU Pa3HbIX MOPHOMETPUUECKUX BETMUNH U KaJIMOPOBOUHBIX K03 durmenrax. Bo-
nepBbix, 111 Tf cycTaBoB umMcianTeNb NMpEACTaBieH MUPUHOW (aCeTKH B TpaHCBEPCAIBLHOU
wiockoctd (W), a nns RfL cycraBoB — makcumanbHON MUPUHON (Dmax), ©3MEPEHHON Mexay
OOKOBBIMHU KpasiMH JiIeBOH U mpaBoii ¢acetok (Puc. 9, 10). Takum o6pa3zom, B mpoiiecce 0CeBOro
ckpyuuBaHus ¢aceTku 3amkoBoro Tuma (RfL) dakTudecku neidcTBYIOT Kak OIHA €IMHCTBEHHAS
¢aceTka, 3aKpbITasi OOPTUKAMU ¥ 3aMKaMH clieBa ¥ cripaBa. Bo-Bropsix, st Tf cycraBoB 3HaYeHHE

ko3 unmenta Ks=0,23, a nnsa RfL cycraBoB Ks=0 (xax Ha Puc. 8 a), To ecTh B mepBoM citydae
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rpaHd (aceToKk TpPU MAKCUMAIBHOM IOBOPOTE BIPABO WM BJIEBO BBLIBUTAIOTCS JPYT
OTHOCHUTEIILHO JIpyTa IMOYTH HA Y€TBEPTh [UTHMHBI JYTH MCHBIICH 13 HUX, a BO BTOPOM CJIy4ae OHU
BOOOIIIE HE BBIABUTAIOTCA 3a Kpas. Takoe orpaHnyeHue HE ObUIO OOHAPYKEHO HH JJIsi KaKOH
JIpyroil KOMOMHAIIMY TUMA IBWKEHUS U TUMa (aceTok (Bo Bcex ocTanbHbIX cinydasx Ks>0; Tabm.
6). Ilogo6Has cutyanys Obli1a 0XKUIaeMa, ITOCKOIbKY KECTKHE KOCTHBIE ‘“3aMKH’’ TApPHOKOTIBITHBIX
CTPOTO 33JIaf0T KpaiHKE TIOJIOKEHHS [Tl IOABIKHOCTH B CyCTaBe.

B omimune or oceBoro ckpyumBaHus, pacuyeT amruinTya SB aROM naer HanmeHbIIUA
BBIMTPBIII B TOYHOCTH C HCIIOJIb30BaHHWEM (OPMYI, OTKATUOPOBAHHBIX ISl PA3IMUYHBIX THIIOB
dacetok 3uranodu3o (cM. Tadm. 5). [Tomumo 3Toro, SB yHHKaJIbHA TEM, YTO ONITUMAJbHAS Mapa
YUCIIUTENIb/3HAMEHATEh OCTAeTCsS HEW3MEHHOW He3aBUCHMO OT Tuma (aceTok (3To Bceraa
couetanne L/Rver; cm. Tabn. 6). DTu aBe OCOOEHHOCTHM MOTYT YKa3bplBaTh Ha TO, YTO
cnenuduueckas sl MiekonuTaromux auddepeHnuanys TUNOB (HaceToKk B MPEIKPECTIIOBOM
OT/AeNe TO3BOHOYHMKA He Oblla CBS3aHAa B SBOJIONUH C MPHOOPETEHHWEM CIOCOOHOCTH K
CarMTTAILHOW THOKOCTH B cliHE. SB B TYJIOBUIITHOW YacTH MMO3BOHOYHUKA Y MIICKOTIMTAIOIINX B
OCHOBHOM HCHOJNb3YyeTCs Ui CrHeuu(UYecKkoro Uis STUX >KUBOTHBIX aJullopa — Tajora.
Hccnenosanne SB uROM Bo BpeMms ranomna y psaa MEIKHX MIICKOMHUTAIOIIUX MMOKa3alo, YTO
BBICOKOAMILTUTY/IHBIC IBUKCHHS B MEKITO3BOHKOBBIX CyCTaBaX KayJlalbHOW 9aCcTH TTO3BOHOYHHUKA
He cBsi3aHbl HampsMyto c¢ nepexonoMm kK RfL cycraBam (Schilling & Hackert, 2006). Tak, y
peokeBaroil mumyxu (Ochotona rufescens), oObikHOBeHHOUW Tymnanu (Tupaia glis) m omoccyma
(Monodelphis domestica) camplii KpaHUATBHBIN CycTaB ¢ BbIcOKOW amiumuTyaoii SB uROM Bo
BpeMsl rajona HaxomuTcs B cepeauHe RfLL wactu rpygHOro otaena MO3BOHOYHHUKA. Y
rpebHexBoCTOM cymuaToil Kpbicel (Dasyuroides byrnei) m oObikHOBeHHOTO Ky (Galea
musteloides) OH HaXOAUTCSI B KpaHUAJIbHON YacTH MOSICHUYHOHN obnacTu. [To-BunumMomy, y Bcex
ATUX KUBOTHBIX pacnosiaraeMbiii SB aROM kpannanbupix RfL cycTaBoB (rpyIHOTO WIIH TPYTHOTO

" IMOACHHUYHOI'O OTI[CJ'IOB) HCIMOJIHOCTBIO UCTIOJIB3YCTCA BO BPCMs rajiona.

2.5.2 Orpanu4eHust MoJeH
Kak Obuto cka3aHO BbIIIE, MEXKIO3BOHKOBBIE CycTaBbl MHOTOOCHBI. SB, LB 1 AR aROM

ABIISIIOTCA ~ COCTABJSIIOIIMMM ~ MEXKIIO3BOHKOBOM  MOABMKHOCTH. OJHAKo, JBUKEHHE B
MEXKITO3BOHKOBBIX CYCTaBax B peajbHOH XH3HH HE CBOAUTCSA K TPEM “UHUCTBIM” COCTABISIOIIMM
HOABMKHOCTU. B Xoi€e XKU3HU J>KMBOTHBIE HCHOJNB3YIOT CIOXHBIE JIBUXKEHHUS, COCTOSIINE W3
COBOKYITHOCTH CaruTTJIbHOM, JIATEPATILHOM U OCEBOW COCTABIIAIOIIMX MOABHKHOCTH. [loaTOMy,
miockue aMmuTyasl SB, LB 1 AR aROM moryT He oTpaxarh MOJHYI0 CIIOCOOHOCTh 5KUBOTHOTO
K JIBUKEHUIO M CIIOCOOHOCTh K JBM)KEHHIO B OIHOM IUIOCKOCTH MOXET YBEJIWYMBATHCS HpPU
JBUKCHUH B JAPYTMX IUIOCKOCTAX. OTO NPEANONOKEHHE HAIUIO CBOE JKCIEPUMEHTAIbHOE

NOATBEP)KJCHUE TNpHU wuccneroBanuu men y uieiiku (Kambic et al., 2018). Bomee Toro,
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aMIUTATY/A CIIOKHBIX JBMKCHUN MOXKET 3HAYUTEIHHO OTIMYATHCS OT MPOCTHIX. Tak, yHUKAIbHAsS
CIIOCOOHOCTh COB COBEpIIaTh MOBOPOT (BpamieHue) rojoBel Ha 360° mmmbs HA 160°
obecrieunBaeTcsi OCEBBIM CKpydrBaHuEM (~90° U3 HUX MPUXOTUTCS HA CYCTaBbl MKy TOJIOBOM
u smuctpodeeM), a octaiabHbie 200° COCTOAT M3 COBMECTHOTO HCIIONB30BAHUS JOPCATBLHOTO U
narepanbHoro crubanus (I'puneimuza u ap., 2016). OgHako, JaHHBIC ik Vitro WCCIENOBaHUMA,
KOTOPBIE MBI UCTIONB3YEM JUISI KATUOPOBKU MOICITH, MPEI0CTABISIOT HH(POPMAIIHIO TOJIBKO O TPEX
OPTOTOHABHBIX COCTABIIAIONIMX JBIKCHUH. Takum 00pa3oM, Haubosbmre ammmntyasl aROM B
CyCTaBax MOTYT ObITh HECKOJIBKO BBIIIE, YEM PACCUMTAHHBIC 110 MPEIJIOKEHHBIM (hopMysIam.

OneHka aMIUIMTYJ CJIOXKHBIX JBIDKEHUI B TMOCJIEIHUE TOAbI OblIa OCYIIECTBICHA B
HECKONBKUX TaK Ha3bIBAEMBIX in  silico WCCIENOBAaHUSX, B KOTOPBIX TMPOBOIMINCH
KOHTPOJIMpYeMbI€ (TI0 3apaHee ONMUCAHHOW POLEAype) MAHUIYIISIIUU ¢ 3D-MoAeIs M1 TO3BOHKOB
B penakTope Maya. Takue uccnegoBanus ObUIH poBeAeHBI 1 men coBbl (Krings et al., 2017) u
cycrama, coenuHsroniero mew u Tynosuie (C7-T1) y mupokoro kpyra napHokonbsITHRIX (Miiller
et al., 2021). Ilpobnemoii 06oMX HCCIENOBAHUI BHICTYMAIOT COBEPIIEHHO HE PEaTHCTUYHBIC
WUTOTOBBIC JIAHHBIE TIO MOABUXKHOCTHU. Tak npu cpaBHeHUH in silico 3D MaHUMynsUil y OTUL U
MJIEKOITUTAIOIINX C COOTBETCTBYIOIIMMHU JaHHBIMHU in Vitro ucciaenoanuii (Stolworthy et al., 2015;
Gunji and Endo, 2016; I'punibimuHa u 11p., 2016) Habnmromaercs 2-3 KpaTHOE 3aBBIIICHHE aMILIUTY/T
M0 CPaBHEHUIO C MOJIBU’KHOCTHIO HACTOAILIETO Tea.

[Ipu ananu3e TONYYEHHBIX pPE3YIbTaTOB OBLJIO OTMEUEHO HECKOJBKO CIIy4acB
CUCTEMAaTHICCKUX PACXOKICHUIN MEX Ty MOJICITBHBIMU U PaCUETHBIMU JIAHHBIMH. BOJIBIIMHCTBO U3
ITUX Cciy4yaeB oOHapykeHo Yy oBell. [l ymoOcTBa 3TH ciiydau OyayT OMHMCAaHBI B KpaHHUO-
Kay/laJbHOM HalpaBICHUU:

[TepBoe pacxoxaeHue oOHapy)eHO B mieiHo# obmactu oserl (Rf cycrassl), roe Habnrogaercs
3HAYUTENBHBIA CKa4OK B aMIuuTynax AR B atamonnbix in vitro panaeix (Puc. 14 B). Jns
CpaBHEHMS, y JIIOAeH U CBUHEN MOJIENIbHBIE TIOKAa3aTeI! POTAIMU B IIEHHOM OT/IENIe YCTONYMBBIE,
6e3 pe3kux nepenanoB. Cpennee 3HaueHne AR aROM B Rf cycraBax y mioneit Bapbupyetcst ot
9,8° no 15°, a'y cBuHe# - ot 2,2° no 5° (Wen et al., 1993; Wilke et al., 2011). ¥V oBer, HanpoTHB,
B HaJaJjie ¥ KOHIIE ImeiHoro oTnena 3HadeHuss AR aROM noBonsHO HU3KHKE (CpPEeIHSS aMIUTUTY/Ia
5,8° mexay C2-C3 u 5,9° mexny C7-T1), Ho B cepenmne meiiHoro otaena AR aROM pesko
yBenuuuBaeTcs B TpH pasza (18,9° B cycraBax C5-C6 u 17,5° B cycraBax C6-C7) (Wilke et al.,
1997a). 'unoretuuecku, Mog00HBIH Mepenaj MOXKET ObITh CBA3aH C TOJIIMHON U MEXaHUUECKUMU
CBOICTBaMM MEKITO3BOHKOBBIX JUCKOB. K coxkanenuto, 3Tot 3h(peKT He MposiBIeH B KAKUX ObI TO
HU OBUIO TEOMETPHUUECKHX XapaKTePUCTUKAX MEKIMO3BOHKOBBIX CYCTaBOB, Ha KOTOPBIX

OCHOBBIBAJIMCH pa3paboTaHHbIe GopMyibl. [109TOMY 3TH CKauKH MOIBUKHOCTH HE MOTYT OBITh
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YUTEHBI ¢ WX momoulbio, a pacieT AR aROM B meiinom otnene (Rf) moxeTr gate upesmepHo
CIIIaXKEHHBIA POQIITH Y HEKOTOPHIX BHIOB MIICKOITHTAIOIIHX.

Btopoe pacxoxaenue Obuto oOHapy»x)eHo y camiioB U camok oBerl B SB u LB aROM B
nocneaHem meiHom cycrase (C7-T1). Monensnbie nanusie (Wilke et al., 1997a) Obuin momydeHsl
IIPY U3yYEHUU IT0O3BOHOYHBIX CTOJIOOB CaMOK OBELl IOpObl MepUHOC. B mponecce Bamupauuu
dbopmyIibl OBLIIO OTMEUEHO, UYTO paccunTaHHbii aROM y camok nmomamraux oBerr B cycraBe C7-T1
(n=2,SB=13,25° LB = 17,7°) 3ameTHO HUXe, yeM y camiioB (n =3, SB=16,27°, LB = 23,13°).
Hebosnpiioe KoIMYEeCTBO MCCIIENOBAHHBIX JKMBOTHBIX HE IIO3BOJISIET CHAENaTh BBIBOJIBI O
CTaTUCTHYECKOM 3HAUMMOCTH JTHX HaOmrogeHuid. OmHAKO 3TO MO3BOJSET MPENNOJI0KUTH
CYIIECTBOBAaHHE PA3IMUMil B TOABIKHOCTH MEXAY CaMIlaMH M CaMKaMHU y TypHUPHBIX BHIIOB
MApPHOKOIIBITHBIX, B IEPBYIO OYEPeIb KO3bHX, AJIsl KOTOPBIX XapaKTepHbI OOU CO CTOJIKHOBEHUSIMU
TOJIOBAMHU.

Tpetbe pacxoxaeHue OblI0 0OHAPYKEHO B ABYX NEepBbIX rpyaHbix cycraBax (T1-T2, T2-T3)
BO BCceX Tpex cocTaBisomux apwkenus (SB, LB u AR) ve tonbko y osen (Puc. 14 a, 6, B), HO 1
y moneit (Puc. 13 a, 6, B) HenmocpeacTBeHHo nocie nepexoaa ot Rf k T tumy 3uramnoduzo. Ito
CBSI3aHO C HEOXKUIAHHO BBICOKMMU aMIUTUTYIaMH in vitro aROM B 3TOM JIOKyce y OBEll U YeJIOBEKa
no cpaBHeHHIO ¢ octainbHbIMU Tf cycraBamm (Wilke et al., 1997a, 2017). CooTBETCTBEHHO,
paccuntanHble 3HaueHHss aROM B 3TuxX CcycraBax HWXKE IO CPaBHEHHIO C JTAHHBIMU in Vifro
uccienoBaHuil. CTOUT OTMETUTh, YTO y YeJIOBeKa B KpaHUAJbHOW TpeTu rpyaHoro oraena AR
aROM, 3amepennsriii in vitro (Wilke et al., 2017) HeoxugaHHO 3HAYMTEIBHO MpeBbIacT AR
uROM, 3amepennsii in vivo (Willems et al., 1996). BeposTHOI pu4MHOM BHICOKUX aMIUIUTY] in
vitro aROM B 3TOM JIOKyce sIBISeTCS crernuduka Meroaoaoruu 3amepoB aROM Ha CKeleTHO-
CBS304HOM Marepuaiie. Kak oTMeuanocs Bblilie, BO BCEX in Vitro UCCIeI0BaHUSX, UCIIOIb30BaHHBIX
37IeCh B Ka4eCTBE ATAJTOHHOTO Habopa AaHHbIX, u3Meperust aROM npoBogumucs Ha FSU. ABTOpHI
YKa3bIBAIOT, YTO B McchenoBanuu o cBuHbsaM (Wilke et al., 2011) onu coxpausiiau pedpa in situ,
OJTHAKO JUIsl OCTAJIbHBIX )KMBOTHBIX 3Ta MH(pOpMalus HeaocTynHa. VMcecnenoBanue, mpoBeeHHOE
Ha somaasx Townsend et al., (1983), moka3zano, 4To ymajeHue pedep C TPYAMHONW OKa3hIBaeT
3aMeTHOe BiMsHHE Ha amIuiuTyasl aROM B kpaHuanabHON 4yacTH TpyaHOTO oTAena. Tak mocie
yaanenus pebep, ammutynsl AR aROM B KkpaHManpHOW TOJOBMHE TIPYIHOTO OTAEIa
YBEJIMYMBAIOTCS Yy JIOIIA/Iel MOYTH BABOE (10 3 rpaaycoB Ha cycTaB); B TO e Bpems, SB u LB
aROM Taxxe yBelIMUMBAIOTCA B KpaHHAJIbHON TPETH IPyJHOrO OTeNa, HO HE TaK CUJIbHO (HE
Oonee yem Ha 1 rpagyc Ha cycraB). [IpudnHON STUX U3MEHEHUI MOXET OBITH TO, YTO CaMble
KOPOTKHE U CaMble XKECTKHE pedpa CBSI3aHHbIC JPYT C APYTOM C MOMOMIBbIO I'PYAUHBI OTHOCATCS
MMEHHO K HauOojiee KpaHHaJIbHBIM CyCTaBaM IpyAHOro otrAena. Ponb rpyIHOM KIETKH Kak

OIPaHUYUTEIA U KaK YIIPaBIAOMIECIO MEXaHUu3Ma JJIs1 I[BI/I)KCHI/Iﬁ TpyaAHOT'O OTA€Ja ITIO3BOHOYHHUKA
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TpeOyeT CIeIMaNbHbIX MCCIIEJOBAaHUM; HEKOTOPBIE TIOAXOIBI JUISl 3TOTO OBUIM MPEAIOKEHBI JUIS
yenoseka (Lee, 1993).

UYeTBepToe pacxokJeHHE CBSI3aHO ¢ HeoObIYHOW Mopdonorueit QaceTok 3uramnoduszoB B
nocneanux 3-4 Tf cycraBax y oerr (Puc. 14 a). daceTku B 3TOH 4acT MO3BOHOYHUKA CTAHOBSATCS
CWJIBHO BBITSHYTBIMH B KayJaJIbHOM HalpaBICHUM OT MEXIO03BOHKOBOro aucka (Puc. 9 x, 3). B
dbopmynax ais pacuera SB aROM (Tabi1. 6) B kauecTBE YUCITUTEINS UCTIONB3YETCs ITTNHA (haceTOK
suranoduzos (L), koTopass HampsMy0 B3aUMOCBsI3aHA C pacCYUTaHHBIMU amIuiuTynamMu aROM.
[Tpy mponoprroHaNbHOM YBEIMYEHUN a0CONIOTHOW JUIMHBI Kak Oojiee KOPOTKOH, Tak u Oonee
JUTMHHOM (paceTKu 3urarnou3oB, 4acTh 001Iee KOPOTKOH (aceTKH, BBIXOASIIAS 3a MIPeIeibl Ooee
JUIMHHOW B IBYX KpaHHUX MO3UIHSX, TAKXKE YBEIUUIUBACTCS, YTO MPUBOIUT K YBEITMUCHHUIO TOM
COCTaBIIAIOIIEH JABM)KEHHUS, KoTopas Obuia Ha3zBaHa ymioM [ (Puc. 7), yTo B cBow ouepenb
OPUBOIUT K YBEIUMYEHHUIO aMIUIUTYAbl paccuutaHHoro SB aROM. OpnHako B MOAEIBHBIX
OKCIIEPUMEHTaX He ObLIO0 OOHApYKEHO YBEIWYCHHs NOABIKHOCTH SB B 3TOM JOKyce
no3BoHouHuKa oBIBI (Wilke et al., 1997a). Takue Heobbrunbie Tf cycTaBbl B KayaabHOW 4acTu
TPYOHOTO OTZAeNla OTCYTCTBYIOT Y APYTHMX MOJEIbHBIX MapHOKOMBITHRIX. OJIHAKO, TAKOro poja
yAJUHEHHBIE (DaceTKU XapaKTepHbI Ui 0oibIIMHCTBA KO3bUX (Caprinae), a Takxke JUis )Kupagos,
Kabapru, OJIEHPKOB U HEKOTOPBIX APYTMX NMapHOKOMBITHBIX. TakuM 00pa3oM, BeCbMa BEpPOSATHO,
(dbopMyIIBI, UCTIOJIE30BAaHHBIC JIJIS pacyeTa, Hen30eKHO 3aBbImaroT 3HadeHUs SB aROM st atux
JKUBOTHBIX B Kay/laJbHOW YacTH IPyAHOIO OT/AENA.

Hakomner, kak O0b110 cka3zaHo Bblmie, aMIuiuTyibl aROM 1 uROM B cycTaBax JOKHBI OBITh
OPUMEPHO paBHBL. JTO 0003HAYaAeT, YTO paccuuTaHHble amMIIuTyasl aROM aBTOMaTHuecku
MOKa3bIBAIOT CyMMapHble aMIuuTynsl UROM BO BceX BUIax >KM3HEHHOW aKTUBHOCTH. CTOHT
OTMETHTH, YTO HAMOOJIbIIIAs TOABIKHOCTD B pa3uHbIX DOF MOXKET ToCTHTaThCs U pa3inIHbIX
BUJaxX akTUBHOCTH. Hampumep, HamGonbmuit LB MokeT OBITh HCIONB30BaH MpPU TPYMUHTE,

HanOombIIni SB — npu rajone U npbbKKax, a Hanbonbmmii AR — mpu MaHeBpUPOBaHHH.

2.5.3 IlpumeHeHre MOIEJIN JJISl IIMPOKOI0 CKPUHMHIA 0CTEO0JOTMYEeCKUX KOJUIeKIM I
B pa3paboranHoii moaenu pacuet ammiinTyn aROM cocrout u3 aByx npoueanyp. Ileppas —

3TO 00pabOTKa TEOMETPUICCKUAX XaPAKTEPUCTUK MEKIIO3BOHKOBBIX CYCTAaBOB, B TIEPBYIO OUEPE/Ib
kacaromuxcst (acetok 3uranopusoB. Bropas mporenypa — KamuOpoBKa pacyeTra ¢ MOMOIIBIO
ko3 dunuentoB Ks n Kgr, u3 kotopeix kodddunuent Ks onpenenser M0110 MEHbIEH GaceTkH,
KOTOpasi CroCoOHa BhIE3XKaTh 3a MpeAebl OONbIIeH B ABYX KpailHUX monokeHusix. [IpaBuibHO
MOoJOOpPaHHBIE W3 YHCIIA TCOMETPHUYSCKHX XapaKTePUCTHK CyCTABOB YHCIUTEIIb M 3HAMEHATEIb
rapaHTUpPyIOT, YTo oOmmi mnpoduns paccuntaHHblx aROM B mocienoBaTenbHOCTH
MEKITO3BOHKOBBIX CYCTaBOB COOTBETCTBYIOT MPOQIIIIO 3TATOHHBIX HaHHBIX. Koaddumumentsr Ks

u Kr oOecrieunBator Oosiee TOYHOE COOTBETCTBME MPOQMIIO ATAJOHHBIX JaHHBIX, OHHU
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MOAHUMAIOT/OMYCKAIOT paccuuTaHHbI npoduias aROM mo ocu opAuHAT, a TakKe CIOCOOHBI
3a0CTPATHh M CIVIAKUBATh KoseOaHus mnpoduiis. J[ocTaTodHO TOYHOE COBMAACHUE TMPOGUIIS
paccUyMTaHHBIX U ATAIOHHBIX aROM mo Bcell iMHE MPEAKPECTIIOBOTO OT/eNla MO3BOHOYHHMKA
MOATBEP)KAACTCSI BBICOKUMHU 3HAYeHUSAMH Kodduimenta koppemnsiuuu [lupcona (cMm. r B jgeBo
yactu Tabmuusl 9). A ypoBau 3HaunMocTH (p>0,05 B mpaBoii yactu Ta6mn. 9) f~recta CThroneHTa
JUISI TApHBIX BBIOOPOK MOKA3bIBAIOT, YTO PA3INYMS MEKIY CPETHUMU 3HAUEHUSIMU PACCUMTAHHBIX
n sTaloHHbIX aROM He SABIAIOTCS 3HAUUMBIMHU. JTO MOATBEPKIAET BBICOKYIO TOYHOCTH
pa3paboTaHHOI MOAEIH sl MOAETIBHBIX BUJIOB MileKONUTaromuX. OHAKO, BOZHUKAET BOIIPOC O
NPUMEHUMOCTH pPa3pabOTaHHBIX (GOPMYJ JUId TEX TPYINN MICKONUTAONMX, IS KOTOPBIX
OTCYTCTBYIOT JAHHBIEC i1 Vitro UCCIIEI0BAHUMN.

ABTOp pabOTHI CUUTAET, UTO pa3paboTaHHBbIE (POPMYIIBI OUEBHIHBIM 00Pa30M JOCTATOYHO
HaJEKHBI JJIs pacyeTa JOCTYIHOU MOABM)KHOCTH B MEKII03BOHKOBBIX CYCTaBaX y COBPEMEHHBIX
U HUCKOINIAEMBIX NPHUMATOB M KONBITHBIX (IIApHO- M HENApHOKOMBITHBIX). [lns mpumaroB Bce
HeoOxomumbie (HOPMYIBI C TOTOBBIMU K HCIIONB30BAaHUIO KOA(D(HUIIMEHTaMU TPENCTABICHB B
Tabmune 7. Jlna pacdeta aROM y KOMBITHBIX MOYKHO HCITOJIB30BaTh ()OPMYJIBI CO 3HAYCHHUSIMU
K03(UIMEHTOB, KOTOPble ObUIM OTKAaIMOPOBaHBI /ISl TPEX M3YUYEHHBIX BHJIOB MApHOKOIBITHBIX
(Tabmuma 11). [lns apyrux Tpynnm MIICKONUTAIOMMX pa3paboTaHHBIE (OPMYIBI MOXKHO C
HanOoJbIIeH YBEPEHHOCTHIO MCIONB30BaTh Jisi pacyeta AR BO BceM IpenKpecTIiOBOM OT/ele
no3BoHOUHMKa W ansa pacdera LB B RfL cycraBax, mockonmbKy IIsi 3TUX COCTaBIISIFOIIMX
MOJBMKHOCTU U TUMOB (haCeTOK OKOHYATENbHbIE (OPMYIbI MOMYUYMINCh YHUBEPCAIBHBIMU IS
BCEX YeThIpeX MoAeibHbIX BUIOB (Tabmuma 7). YenoBek M MapHOKOMBITHBIE HACTOIBKO CHIIBHO
OTIMYAIOTCA JAPYr OT Jpyra, Kak B OTHOIIEHWM OHOMEXaHHWKH, TaK ¥ (HIOTEHHH, YTO
yHUBepcanbHOCTh (opmyn st pacdetra AR u LB B RfL cycraBax oOeriaer npuMeHUMOCTH K
HIMPOKOMY KpPYTY pa3inuHbIX MiekonuTatoumx. [pyrue gopmynsr B Tabnuiie 6 He HaCTOIBKO
yHUBEpcanbHbl. OHU UMEIOT OAMHAKOBYIO CTPYKTYPY (T.€. COUETAaHUE YUCIINUTENS U 3HAMEHATEIS)
JUI YeJOBeKa W TMApPHOKOMBITHBIX, HO 3HAYCHHS KaJIMOPOBOUHBIX KOA(P(UIIMEHTOB B HHUX
paznuyarorcs. [loaToMy, MOKHO TTPEIJIOKUTH J1Ba BapuaHTta pacuera st SB aROM u LB aROM
B Rf m Tf cycraBax. IlepBwiii BapuaHT (i1 TOJyYEHHUS TOYCUHON OIIEHKH) 3aKIIOYAeTCS B
UCTIOJIb30BaHUM 3HaYe€HUI KO3 PUIINEHTOB, KOTOpbIe ObIIIM ONTUMU3UPOBAHBI ISl BCEX YEThIpEX
MoJeNnbHbIX BUJOB BMecTe (Tabmmua 12). Bropoil BapuaHT (U1l MOJNy4EHHUsS] MHTEPBAJIBHBIX
OIIEHOK) — paccuuTarh amruinTyasl aROM, ucnonb3ys nBa Habopa 3Ha4eHUN KOA(PHUIIUEHTOB,
MpeacTaBiIeHHbIX B Tabmnuiie 6 (111 YemoBeKa U MapHOKOMBITHRIX st SB; oBIIbI M Apyrux amns LB-
Rf u LB-Tf); 3T0 m03BONUT MOMYYHUTH OUana3oH BepoATHBIX 3HaueHH aROM. C nosiBneHnem
HOBBIX HaJIeXKHBIX JAHHBIX i1 Vifro UCCIEI0BAaHUMN A MJIEKONUTAIOIINX, PaHEE HE U3YyUEHHBIX

TaKuM 00pa3oM, MPEMIOKECHHBIN TOXO0]T TTO3BOJIUT JTFOOOMY HCCIIEIOBATENIO MOJTYYHUTh HOBBIC
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onTuMalibHbIe 3HaueHUs KodppurrenToB Ks u Kr, coxpanss CTpyKTypy YHCIUTENb/3HAMEHATEb,
npeacTaBieHHyo B Tabmume 7. OTO MO3BOJIMT aJanTHPOBaTh JAHHBIA MOJIXOJ K KOHKPETHOM
rpynme miaekonutaommx. OJHaKko Takue JaHHbIE HUKOIA He OyayT JOCTYIIHBI AJISl TOJTHOCTBIO
BBIMEPILIUX TAaKCOHOB MJIEKOIIUTAIOIINX, U MPUOIMKEHUE "deTOBEK-TaPHOKONBITHBIE" SBISETCS

AO0CTAaTOYHO XOPOIIHUM pCIICHUCM IJId HUX B HaCTOSIL[II/If/’I MOMCHT.

Tadoauna 11. ®opmyinsl, onTuMU3UpOBaHHBIC 1715 pacuéta aROM y mapHOKONBITHRIX. 3HAYEHUS
ko3 ummenton (Ks st ynciurenst u Kr i 3HaMeHaTeIs1) OTMEUCHBI JKUPHBIM

Tun Tun

dopmyna
JIBIDKEHUs | (haceTok PMY.

Rf @ = [arcsin(Liong/(20,69* Ryen)) + (20,14 — 1)=(arcsin(Lshort /(20,69 Ruert)))]*360/7

SB Tf | @ = [arcsin(Liong/(2+1° Ryen)) + (2+0,12 — 1)=(arcsin(Lsnort /(2+1* Ryer))))]*360/1

RfL | ¢ = [arcsin(Liong/(2+1* Ryen)) + (2+0,18 — 1)e(arcsin(Lsnort /(2+1* Ryer)))]*360/1

Rf | ¢ = [arcsin(Liong/(2+1* Riz)) + (2¢0,41 — 1)e(arcsin(Lsnort /(2+1° Riar)))]*360/1

LB Tf | @ = [arcsin(Wiong/(2+1* Rix)) + (20,24 — 1)e(arcsin(Waport /(2+1° Riar)))]*360/7

RfL @ = [arcsin(Dmax_iong/(2¢1* Riar)) + (220,07 — 1)*(arcsin(Dmax_short /(2°1* Ria)))]*360/1T

Rf | ¢ = [arcsin(Wiong/(2*1* Ruer)) + (220,13 — 1)e(arcsin(Wsnort /(2+1* Ryer))))]*360/10

AR Tf | @ = [arcsin(Wiang/(2+1* Ria)) + (2+0,23 — 1)e(arcsin(Wsnort /(2+1° Riar)))]*360/7

RfL | ¢ = [arcsin(Dmax_iong/(2¢1* Riar)) + (2+0 — 1)e(arcsin(Dumax_short /(2+1* Riar)))]*360/7

Tabauua 12. Gopmynsl, onTUMU3UpOBaHHbIE 171 pacuéTa aROM y Bcex 4eThIpex MOJIEIbHbIX
JKUBOTHBIX (Y€JIOBEKa U MapHOKOMBITHBIX). 3HaYeHUsI kodpuineHToB (Ks mis uncnaurens u Kr
JUIsl 3HAMEHATEJIs1) OTMEUYEHBI XKUPHBIM

Tun Tun
JIBIDKEHUS | (haceTok

Rf | ¢ = [arcsin(Liong/(2+0,68¢ Ryen)) + (240,12 — 1)e(arcsin(Lsnort /(2+0,68* Ryert))]*360/1T

Dopmyna

SB Tf (p = [arCSin(Lmng/(Z'l‘ Rvert)) + (2.0,14 - 1).(arcsin(Lsh0rt /(2.1' R\/ert))]'360/n

RfL (p = [arCSin(Lmng/(Z'l‘ Rvert)) + (2.0,22 - 1).(arcsin(Lsh0rt /(2.1' R\/ert))]'360/n

Rf | @ = [arcsin(Liong/(2°0,65¢ Rix)) + (2¢0,2 — 1)=(arcsin(Lsnort /(2+0,65¢ Riar))]*360/TT

LB Tf | @ = [arcsin(Wiong/(2+1* Riar)) + (240,25 — 1)+(arcsin(Wenon /(2+1* Riar))]*360/TT

RfL | ¢ = [arcsin(Dmax_jong/(2*1* Ria)) + (220,08 — 1)e(arcsin(Dimax_short /(2+1* Ri))]+360/7T

Rf (p = [arCSin(Wmng/(Z'l' Rvert)) + (2'0,16 - 1)'(arcsin(W5h0rt /(2'1. Rvert))]'360/n

AR Tf (p = [arCSin(Wmng/(Z'l' R|at)) + (2'0,23 - 1)'(arcsin(W5h0rt /(2'1. R|at))]'360/n

Rﬂ— (p = [arcsin(Dmax_long/(Z'l' Rlat)) + (2'0 — 1)'(arcsin(Dmax_shor[ /(2'1' Rlat))]'360/n

Pa3p360TaHHBIﬁ moaxona MOXET OBITb HCIIOJIB30BaH g pacu€ta MOABHIKXHOCTHU
MCIKITO3BOHKOBEIX CYCTABOB Y MCKOIIACMbIX MIJICKOMMWTAIOIINX. OI[HaKO, MMPUMCHCHHUEC BO3MOKHO

TOJIBKO K Martepually, MPEACTABICHHOMY IIOCJICAOBATCIIBHBIMU ITO3BOHKAMH, IPHUHAJIC)KAIIUM
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o7HOH ocobu. Mcrnonb30BaHue U aHAIM3a MOCIIEN0BAaTEIbHBIX MO3BOHKOB OT Pa3HbIX 0COOen
WM HETIOCJIEeI0BAaTEIbHbIX TTO3BOHKOB OT O/IHOM 0COOM NpUBEAET K 3HAYMTEIbHON HETOUHOCTH B
paccunTanHbeiXx ammuuTyaax aROM. Jlns xoppektHoro pacdera aROM mo mnpencraBieHHBIM
dbopmynaMm, u3MEpeHHs] TO3BOHKOB HE JOJDKHBI CHUMAThcsl € JAC(POPMHUPOBAHHBIX WU
pa3pylIeHHBIX YacTel, 3TO OCOOEHHO BaXXHO Ui TE€X M3MEPEHUH, KOTOPbIE HCIONB3YIOTCS B
KauecTBe yuciautenss B gopmynax. Hampumep, ecinu Ha OOHOM M3 JBYX IMOCIE€A0BaTENbHBIX
MO3BOHKOB JIeBasi U Mpasas paceTku 3uranodu3os 00JIOMaHbI B IPOIOJILHOM HAalpaBiICHUU, TO AJIs
pacyeToB HeNb3sl UCMOJIB30BaTh (OPMYJIBl C YUCIAUTENEM L; ecnu ke y MO3BOHKA JIaTepasibHO
c)KaTta HeBpaJbHas J{yra, HecyIas 3urano(usbl, TO HeNb3s UCIIOIb30BATh (HOPMYIIbI C YUCITUTEIEM

Dmax.

63



IJTIABA 3. TIOABUXKHOCTD ITO3BOHOYHOI'O CTOJIBA Y
HHAPHOKOIIBITHBIX

3.1 UcciienoBanus MOABHKHOCTH MTO3BOHOYHOIO CT0JI02 Yy NAPHOKONBITHBIX
[TapaokonbITHBIE (TIpencTaBuTenu orpsaa Artiodactyla) — aTo oueHb Gomblas U KpaiiHe

pa3HooOpa3Hasi, ¢ TOYKM 3pEHHs pa3MEpOB, MPOMOPLUI Tella U aJanTaluid K cpeae oOuTaHus,
rpyIIa KPYIMHBIX MJICKOTHTAIONMX. MOoJIeKy IsIpHbIEe TaHHBIE MTOKA3bIBAIOT, YTO APHOKOIIBITHEIC
KaK OTPsJI MOSIBJISIIOTCS €€ B KOHIIE MEJIOBOro/Havaje najaeoreHoBoro nepruoga (Meredith et al.,
2011). K a0 rpynme oTHOCSTCS Kak BECbMa KOHCEPBATUBHBIE 0 CBOSH aHATOMUU BUIbI (CBUHBU,
NeKapy, OJICHbKH), KOTOPbIE BECbMa IMOXOKM HA CBOMX MAJICOTCHOBBIX INMPEIKOB, TaK M KpanlHe
cnenuain3upoBanHbie GpopMmel. K mociaeqHiuM oTHOCATCS KUTOOOpa3HbIe, KOTOPHIE 32 MUJUTHOHBI
JIET SBOJIIOIMH MPAKTUYECKU MOTHOCTHIO MOTEPSUTA CXOKECTh CO CBOMMH Ha3€MHBIMU MPEIKAMH,
oOMTaBIIUMHU B TajieoreHe Ha mobOepexne mHauickoro okeana (Thewissen et al., 2007). K
HA3€MHBIM TapHOKOIBITHBIM OTHOCSTCS KaK OJOMAIlHEHHbIC BHUJbI: CBHHbBU, OBIbI, KO3BI U
KOPOBBI, TaK U Pa3HOOOpa3HbIC TUKKE POPMBI, TAKHE KaK Kupadbl, 0ETEMOTHI, BEpOIIIOIbI, OM30HBI
u oneHu. CeronHs Ha3eMHbIE NAPHOKOIBITHBIE PACHPOCTPAHEHBI HA BCEX KOHTHHEHTaX KpoMe
AHTapKTHABI (2 UX MOTOMKH, KUTOOOpa3HbIe, BO BCEX OKEaHaX IUIAHEThl) U JIOMHHHPYIOT B
HKOJIOTUYECKOM HHMINE PACTUTEIHHOSIHBIX MIJICKOMMTAIOUINX CPEJHEr0 M KPYHMHOTO pa3Mepa
(CoxonoB, 1979; Wilson and Mittermeier, 2011). Pa3mepbl cOBpeMEHHBIX Ha3e€MHBIX
MAPHOKOTIBITHBIX BapbUPYIOT OT BECSIIMX BCETO HECKOJIBKO KHJIOTPAaMM OJIEHBKOB, IyKEPOB U
JTUKJUKOB IO TOCTUTAIOUINX MACChl B HECKOJIBKO TOHH CaMIIOB KUpadoB U OETEMOTOB.
[TapHOKOMBITHBIE ~XapaKTEpU3YIOTCS CBOUMH MCKIIOUUTENBHBIMU CIIOCOOHOCTSIMH K
CKOPOCTHOMY M BBIHOCIMBOMY O€Ty, YMEHHIO MaHEBPHUPOBATh Ha BBICOKOH CKOPOCTH, a TaKxkKe
COBEpIATh MPBDKKH Yepe3 MpensaTcTBUs. [IpraemM mapHOKOIBITHBIE COXPAHSIOT 3TH CIOCOOHOCTH
B IIMPOKOM JIMama3oHe pa3MepoB, Macchl M MPOMOPIHMIA Tena. B mporecce TOKOMOIIMHM aKTUBHO
YYacTBYIOT HE TOJBKO HOTH, HO M TIO3BOHOYHBIM CTONO, KOTOPBIM NPUCHIOCOONEH JUIs
3 PEKTUBHOTO IBUKEHUS B CATUTTAIBHOM MIIOCKOCTH. CaruTTanbHast TMHOKOCTH CIIMHBI TO3BOJISIET
UM HCIIONIb30BaTh JJis MeEpeABMKEeHUsl Takoil 3¢ ¢ekTuBHbIM crnocob Oera kak ramomn. Pabora
Kay/laJbHOW YacCTH TYJIOBUIHOTO OT/EeJa MO3BOHOYHHMKA Yy MIIEKOMHUTAIONIMX CUHXPOHU3WPOBaHA
C JeHCTBMEM 3aJHMX KOHEYHOCTei. Bo Bpems rajsonma MOMEHT MAaKCHMaJIbHOTO CTHOAaHUs
MO3BOHOYHHMKA HEMOCPEJICTBEHHO MPENIIECTBYET NPU3EMIICHHIO 3aTHUX KOHEYHOCTEH Ha 3eMIIIO,
a MOMEHT MaKCHMaJbHOTO pa3rHOaHuUs MPOUCXOIUT BCKOPE TIOCTIE OTPHIBA 3aJHUX KOHEYHOCTEH
ot 3emun (I'ambapsin, 1972; Schilling & Hackert, 2006). [Tono6Hast cHHXpOHU3AIMSI TO3BOJISET
YETBEPOHOTMM MJICKONUTAIOMUM yBeianuuBarh JuinHy mara (Hildebrand, 1959) 3a cuer

CHHXPOHHOTO COKPAIICHUS pa3rudaTeieii 3alHIX KOHEYHOCTEH 1 TO3BOHOYHHKA.
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[To3BOHOYHBIN CTONO y TMAPHOKOIMBITHBIX MEHEE IOABMKECH, YeM Yy XHUIIHBIX, KOTOPHIE
COPEBHYIOTCS] C HUMH B O€Te B POJISIX OXOTHHKA U JKEPTBBI. Pa3zHuIa B Oere HACTOJIBKO BBIPAXKEHA,
gyro ILII. Tambapsa (1972) NOpPOTHBONMOCTABMI KOMBITHBIX M XHUIIHBIX KaK >KMUBOTHBIX
UCTIONB3YIOMNX "AOpcocTabMnbHbIN" U "I0pPCOMOOMIBHBIN" Talomn, COOTBETCTBEHHO. OgHAKO
PM. Anekcanap wu komiern (Alexander et al, 1985) moxasanu, 4YTO dYeTBEpOHOTHE
MJICKOTIUTAIOIIAE CIIOCOOHBI HCIIONB30BATh 3IACTUYHOCTh TKAaHEW CIHHHBI Ui TOTO, YTOOBI
3amacaTh M MCIOJIb30BaTh KMHETUYECKYIO SHEPrUI0 BO BpeMms raiomna. Bo Bpemsi BeHTpaibHOU
diiekcuy B amoHEBpPO3aX MBI TMOSCHUIBI (B MEPBYIO OYepedb anoHeBpo3e m. longissimus
thoracis et lumborum) 3anacaercsi 00JIBIIOE KOINYECTBO YHEPTUHU, KOTOPasi BELICBOOOXKAAETCS BO
BpEeMs JTOPCAIBHOM SKCTCH3WH. JTO IO3BOJISICT MIICKOMHUTAIOIUM CHHU3HTH METaOOINYecKHe
3aTparbl BO BpeMs Oera u jenaeT rajomn Haumbosee sHeprod(HEeKTUBHBIM aJLTIOPOM Ha BBICOKOMN
ckopocTt. [Ipryem 3To XapaKkTepHO Kak JIJIs XUIIHBIX (TIOKAa3aHO Ha MIPUMEpE TOMAaITHEH coOaKm),
TaK U JUI IapHOKOIBITHBIX (ITOKa3aHo Ha mpuMepe anu; Alexander et al., 1985).

He Tonmpko MOsSICHUYHBIC, HO W KayJaJIbHBIC TPYIHBIC CYCTaBbl aKTHBHO y4YacTBYIOT B
CaruTTajJbHOM CTUOAHMU-PA3rMOaHUU CIUHBI BO BpeMs ranona. Jto nokazanu H. [umausr u P.
Xakept (Schilling & Hackert, 2006), Ha npumepe pa3iIMYHBIX MEIKUX MJICKOMUTAIOIIUX
(Ochotona rufescens, Tupaia glis, Monodelphis domestica). Takum 00pa3oM akTHBHasI 00JIACTh
CIIMHBI HE OTPAHUYMBAETCS OSICHUYHBIM 0TIeJIoM. Beicokue ammutyasl SB ROM B kaynaibHOM
YacTH TYJIOBHIIHOTO OT/IENa IMO3BOHOYHOTO CTOJI0A HE COOTBETCTBYIOT B TOYHOCTH M3MEHEHHIO
tuna (acerok 3uranoduszoB oT obpasyrommx Tf cycTaBbl ¢ COYIEHOBHOW MOBEPXHOCTHIO BO
¢dpoHTanbHON TUIOCKOCTH Ha oOpasytomue RfL cycTaBel ¢ COUJICHOBHOW MOBEPXHOCTHIO B
napacaruTTaibHON TuIocKocTH. Hambonee kpanuanbHOW M KaynaibHbIM nepexon ot Tf x RfL
CycTaBaM pa3IM4yaeTcsl y NapHOKOIBITHBIX Kak MUHUMYM Ha 6 cyctaBoB (oT T9-T10 no T14-T15)
(Belyaev et al., 20216). Yucno rpymaasix RfL cycTaBoB y pa3HbIX BUIOB MOXET XapaKTepHU30BaTh
Hayajao0 o0IacTH MO3BOHOYHOTO CTON0A, KOTOpas aKTHBHO 3a/ICMCTBYeTCS BO Bpems ranoma. Tak,
y cBuHed mnepexonq or Tf x RfL cycraBam mnpoucxoautr Hambonee KpaHHAIbHO CpeIu
MApHOKOTIBITHBIX. Pe3ynbTaTbl HMCCIENOBAaHWN TOKA3bIBAIOT, YTO Y CKEJIETHO-CBSI30YHBIX
MIpenaparoB 3Ta YacTh TYJIOBUIIHOTO OT/eNIa XapaKTepU3yeTCsl MOBBIIICHHBIMU aMIUTUTyAaMu SB
M0 CPaBHEHUIO CO CpeaHel yacThio rpyaHoro otaena (Busscher et al., 2010; Wilke et al., 2011).

HccnenoBanusi OABMKHOCTH TMO3BOHOYHHMKA TAPHOKOIBITHBIX PEAKU W (pparMeHTapHHI.
Nmerommecss nanapie mo UROM 111 JKMBBIX TApHOKOIBITHBIX MPEACTABISIOT CO00H TpyObIe
OLICHKH OOIIeil KpUBHU3HBI TMOSICHUYHOTO OT[eJa TO3BOHOYHOTO CTON0A Y HEKOTOPBIX
MApHOKOTBITHBIX B CAaruTTadbHON miiockocTu (Hampumep, Alexander et al., 1985) u meiinoro

OTJIeJIa B CaTMTTalbHOM U 00koBOM TuTocKoCTsX (Dzemski and Christian, 2007).
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[TepBoe mupoxomacirabHoe uccnenosanue aROM in vitro nposeaeno O.S1. ITbuibImuyKoM
(1975). B »TOM wHccnenoBaHUM AMIUTUTYIbl IOJBMKHOCTH H3MEPSUINCh C  TIOMOILBIO
PEHTTEHOBCKMX CHUMKOB CKEJIETHO-CBS30YHBIX IMPENapaToB MOSCHUYHBIX M TOSCHUYHO-
KPECTIOBBIX CYCTaBOB Y IIECTH BHUJOB MIEKOMUTAIOMUX. [l0SCHUYHO-KPECTIOBBIA OTIEIN
crubanu B caruTtaibHOM (SB) m OokoBom (LB) HampaBieHHsx Kak eAWHOE Iieioe, 0e3
cermeHTauuu Ha FSU. [IpunoxxeHHbll crubaroniyii MOMEHT erie He ObUl CTaHAapTU3UPOBAH 110
BenumuuHe. [lozguee k.M. T'an (Gal, 1993) npubnusuia npouenypy K cTaHAapTaM XOPOIIO
3apEKOMEH/IOBABUIMX €0 MEJUIIMHCKUX MCCIeIOBAHUN OMOMEXaHUKU IT03BOHOYHHUKA YeIOBEKa
(cm. White and Panjabi, 1990), ucrions3yst CHelMalbHBII CTAHOK JUISi TOYHOTO MPHIIOKEHUS
COOTBETCTBYIOIICH HArpy3Kd K IMOSCHUYHO-KPECTIIOBOMY OT/IENTy NO3BOHOYHHKA. B pesynbrare
ATUX HUCCJEeNOBaHUM ObUTM TodydeHbl naHHbie o SB m LB aROM B mosicHUYHOM OT/AeNe H
HOsICHUYHO-KpecToBoM cyctaBe Capra hircus (3 ocobu; Ilpubimuyk, 1975), SB aROM B
MOSICHUYHOM OT/IeJIe ¥ TIOSICHUYHO-KPECTIOBOM cycTaBe Ovis aries (1 ocoon; Gal, 1993).

Haubonee Tounsle 1 noapoOHbIe nccienoBanus aMiauTyy aROM y napHOKOIIBITHBIX ObLIN
MIPOBECHBI MTOKE B KAUE€CTBE MOOOYHOTO MPOITYKTa MEAUIIMHCKUX UCCIIEIOBAaHUI OMOMEXaHUKU
MO3BOHOYHHMKA U CBOMCTB MEKITO3BOHOYHBIX JMCKOB y ueloBeKa. JlomalrHue MmapHOKOMBITHBIC
CTaJId MOJICIIbHBIMH )KMBOTHBIMH B 3TOM 00jacTu uccienoBanuii (Smit, 2002; Szotek et al., 2004;
Alini et al., 2008). Ha noBom »sTame uccinenoBannii aROM BO BceX Tpex COCTaBISIONIAX
nonsmxHocTH (SB, LB, AR) usyuarncs ¢ nomompto crankoB (Puc. 6) mist TtectupoBaHus
MO3BOHOYHHMKA C (DMKCHPOBAHHBIMHM 3HAYEHUSIMHU TMpUAraeMoil CHUIIbI, MPUKIAIBIBAEMOTO K
kaxaomy FSU c¢ BeiOopkoit 5-6 ocoOeit Ha cycraB. CylecTByeT HECKONIBKO PadoT, KOTOphIE
Coiep)KaT TOYHBIE YMCIIOBBIE AaHHBIE MO aMIumaTynaM aROM mo BceM TpeM COCTaBISIOIIMM
TOABIKHOCTH JUTSI KaXKJIOTO TIPEAKPECTIIOBOTO CyCTaBa MO3BOHOYHOTO CTOJI0A MAPHOKOIBITHBIX,
3a UCKJIIOYEHHEM 3aThUIOYHOTO U TMOSCHUYHO-KPECTIIOBOTO CYCTaBOB. DTO CTaThU IO OBIIAM
noponsl MmepuHoc (Wilke et al., 1997a) u nomamneit ceunbe (Wilke et al., 2011). B uccnenoBanusx
o kopoe (Wilke et al., 1997b) u 6maropogaomy onerro (Kumar et al., 2002) moaBmkHOCTE ObLIa
U3y4YeHa TOJBKO JUIS TYJIOBHIHOW YacTH MO3BOHOUYHHKA. CYyIIECTBYIOT TaKXKe ajJbTepHATHBHBIC,
HO MeHee noiHbIe uccienoBanus mo aROM y osen (Kandziora et al., 2001) u cuneit (Busscher
et al., 2010). B Heckonmpkux Apyrux paboTax METOJUYECKUI MOIXOJ] HECKOIbKO OTIMYANCS OT
BBIIIICONMCaHHOTO. Tak B uccienoBanuu aROM B mieliHoM oTjene y JiaMbl U anbraku (Stolworthy
et al., 2015) nepen n3mepeHusiMu Obla yaajaeHa BbIiHAS CBA3Ka. B HECKOIBKUX MCCIIEIOBAHUSIX
MOSICHUYHOTO OTJIeNa Y KO3 He CTosiIa 11eNb olleHkr aROM, mo3ToMy SKCriepuMeHTaIbHbIe TaHHBIC
CIWJIBHO OTJIWYAIOTCS OT MPEObIAyIUX. Tak B HCCIEIOBAHHHM MEKIIO3BOHKOBBIX HMILJIAHTOB
UCTIOJIb30BAJIMCH 3aMETHO OoJiee HU3KHE 3HaYeHus Harpy3ku Ha cyctaB (Krijnen et al., 2006), a B

HCCICOOBaHNHU CBOMCTB MEKIIO3BOHKOBBIX JUCKOB IIEPECA aHAJIN30M Yy ITO3BOHKOB ObLTH YAAJICHBI
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octrcThie U moniepednbie orpoctku (Detiger et al., 2012). B uccnenoBanun aROM B mieitHOM
otnene y xkupada u okarmm (Gunji and Endo, 2016) uccnenoBarenu MCIONB30BAINA B KaueCTBE
Marepuana He OYMILEHHBIE OT MBI 1€ >KUBOTHBIX, MU3MEpsAsS TaKuM 00pa3oM aMIUIUTYIbI
Muonorudeckoro SB aROM.

Kpome Toro, HEKOTOpbIe HUCCIeI0BATENN MBITATUCH TPUOTU3UTEIHHO OLCHUTh aMIUIUTY/IbI
uROM u aROM y napHOKOIBITHBIX C IOMOIIbIO (oTorpaduii, BUuaeo3anuceid 1 MaHUITYJISALUHN C
cyxumu mo3BoHKamMu (Dzemski and Christian, 2007). To4HOCTh TakuWX OIIEHOK aMIUIMTY[ B
OT/AETBHBIX CyCTaBaX COMHHUTEIbHA, 0cOOEHHO B oTHOIeHnu LB n AR.

B nononHeHne K ucciueoBaHusAM, B KOTOPBIX MPOBOIMIINCH U3MepeHus aMiuinTyn aROM u
uROM Ha nepmaparax, B HEKOTOPBIX HOBEHIIINX HCCICIOBAHUSIX MOJEIUPOBAIHCH aMILIATYIIBI
ROM Ha ocHoBe Manumyssiiuil ¢ 3D-MonenssmMu mo3BoHKOB (in silico uccnenoBanus). Mcronb3ys
ATOT MOAXO/, ObUTM M3YUEHBI BCE TPU COCTABIIAOLIME NOABIKHOCTH B cycTaBe C7-T1 y 37 BunoB
napHokonbITHEIX (Miiller et al., 2021), a Taxoke SB u LB B meiiHoM oTaene mo3BOHOYHHKA Y
xkupada (Vidal et al., 2020). bonee ctporum, HO u GoJsiee OIUZKUM K PEAbHBIM aMILUIUTYIaM
ME)KIO3BOHKOBOW MOABUKHOCTU METO/IOM, KOTOPBIM Tak)KE YCIOBHO MOXKHO OTHECTH K in silico
uccnenoBanusM, sisgercss Finite Element Analysis. [lomoGHast monens Oblia MocTpoeHa Jis
nieiftHoro otaena y oBisl (Watson et al., 2014).

B nenom, noctynnsle B nuteparype usmeperuss aROM y mapHOKONBITHBIX NPECTABICHBI B
Tabnuue 13. OHU 0XBaTHIBAIOT 5 COBPEMEHHBIX CEMEICTB U TobKo 10 (6 qoManHuX U 4 AUKUX)
n3 6omnee yeM 200 coBpemMeHHBIX BUA0B apHOKONBITHRIX (Wilson and Reeder, 2005; TTaBnuHOB,

2006).

Tabauna 13. I/ICCJ'IGI[OBaHI/IH IOJABHM>KHOCTH ITO3BOHOYHOI'O cToJ0a Y HapHOKOIIBITHBIX

Cemcii B IeitnbIi I'pynsoit IMosicHUYHBIH
cmencerso e SB [ LB | AR | sB [ LB | AR | sB | LB | AR
Suidae Sus scrofa domestica 10 10 10 9,10 | 9,10 | 9,10 | 9,10 | 9,10 | 9,10

Tayassuidae N/A N/A

Hippopotamidae N/A N/A
Camelus bactrianus
Camelidae Lama glama 8,12 | 8,12 12 N/A
Vicugna pacos
Tragulidae N/A N/A
Antilocapridae N/A N/A
Giraffidae  |C'raffa camelopardalis) g ;5 | g NIA
Okapia johnstoni
Cervidae Cervus elaphus N/A | 6 | 6 ] 6 [ 6 | 6 [ 6
Moschidae N/A N/A
Bos taurus
. . 1,2,3,11,3,4,(3,4,7,
Bovidae Cap(a hl_rcus 3,5 3,5 3,5 3,4 3,4 3,4 4711 7.11 11
Ovis aries
L 7. Krijnen et al., 2006 - in vitro
L HI?mHmyK’.lg7.5 - Invitro 8. Dzemski and Christian, 2007 - video, manipulation
2. Gal, 1993 - in vitro .
. - 9. Busscher et al., 2010 - in vitro
3. Wilke et al., 1997a - in vitro - L
- L 10. Wilke et al., 2011 - in vitro
4. Wilke et al., 1997b - in vitro ] L
. A 11. Detiger et al., 2012 - in vitro
5. Kandziora et al., 2001 - in vitro L
6. Kumar et al., 2002 - in vitro 12. Stolworthy et al., 2015 - in vitro
) "’ 13. Gunji and Endo, 2016 - in vitro
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OcoOblif HTHTEpPEC B UCCIICAOBAHUSAX MOJBUKHOCTH MTO3BOHOYHUKA YICIISIICS MMOIBUKHOCTH
B TIOSICHUYHO-KPECTIIOBOM CYCTaBe. JTOT CYCTaB SIBISCTCS OMHUM W3 HaWOOJIee BXKHBIX B TEIlC
MJIEKOMTUTAIONIETO, TMOCKOJIbKY OH COEAMHSIET JABa (YHKIMOHAJIbHBIX Onoka Tena. C omHOM
CTOPOHBI, 3TO TPYAHOW M MOSCHUYHBIA OTAENBI CIHHBI, C Ipyroil — kpecreu. Ha kpectue npu
MIOMOIIIM TYTOTIO/IBIKHOTO COYJICHEHHMsI 3aKPEIUICH Ta3, KOTOPBIH SIBISIETCS OMOPOM ISl 3aHHIX
KOHEYHOCTEH. [10SCHUIHO-KPECTIIOBBIN CYCTaB aalTHPOBaH y OBICTPOOCTAIOIINX YETBEPOHOTHX
MJIEKOMUTAIONINX K THUIEPIIOIBUKHOCTH B CAaruTTalIbHOM IUIOCKOCTU. B mpoBeneHHBIX in Vvitro
uccienopanusax noaBmwkHOCTH ([Teupimuyk, 1975; White & Panjabi, 1978; Townsend et al., 1983;
Yamamoto et al., 1989; Gal, 1993; Panjabi et al., 1994; Benninger et al., 2004; Jones et al., 2020)
u in vivo uccnenoBanusx newkenus (Pearcy et al., 1984; Plamondon et al., 1988; Hayes et al.,
1989; Faber et al., 2001; Haussler et al., 2001; Rozumalski et al., 2008; Nyakatura & Fischer,
2010) ObwiO MOKa3aHO, 4TO pazHooOpasue ammautyq SB aROM B MOSCHUYHO-KPECTIIOBOM
CyCTaBe y pa3INYHbBIX MJICKOMUTAIONINX OYEHb BBICOKOE. Y JKUBOTHBIX, KOTOPBIE HE 33/ICHCTBYIOT
MO3BOHOYHBIN CTOJIO BO BpeMs TaJiola W MPBDKKOB, aMIUTHTYAa SB B MOSCHHYHO-KPECTIIOBOM
cycTaBe JOBOJIbHO HH3Kas. Hambosiee moka3aTenbHBIM MIPUMEPOM SBIISICTCS ABYHANbIN JICHUBEI
(~4°) (Nyakatura & Fischer, 2010). V oObikHOBeHHOTO exa (Erinaceus europaeus) W
eBporelickoro kpora (Zalpa europaea) TMONBUKHOCTH B TOSICHUYHO-KPECTIIOBOM CyCTaBe HE
OTJIMYAETCSl OT MOABHKHOCTH B TMOSCHUYHBIX cycTaBax Mo3BoHouHWKA ([Ipuibimuyk, 1975). ¥V
yenoBeka (White & Panjabi, 1978; Pearcy et al., 1984; Plamondon et al., 1988; Hayes et al., 1989;
Yamamoto et al., 1989; Panjabi et al., 1994; Rozumalski et al., 2008) u makaku-kpaboena (Macaca
fascicularis) ammutyasl SB B MOSICHUYHO-KPECTIIOBOM CYCTaBe€ BBICOKHME, HO HE HAMHOTO
IPEBBINIAIOT TMOABMKHOCT, B MOSICHUYHBIX cycraBax (Gal, 1993). V uerBepoHorux
MJIEKOTIMTAKOIINX, KOTOPBIE AKTUBHO 33JIeMCTBYIOT SB B KaylaJbHON 4acTH TYJIOBUIIHOTO OTENA
MO3BOHOYHOTO CTOJI0A BO BpeMs Trajiona, Mbl HAaXOAUM TMPUMEPHl PAa3BUTHUS CAruTTajIbHOU
TUMEPIIOIBUKHOCTH B MOSICHUYHO-KPECTIIOBOM CycTaBe. Tak, 3To XapakTepHo i Bonka (Canis
lupus), cobaxu (C. lupus familiaris), 6apcyka (Meles meles), xouiku (Felis catus), Turpa (Panthera
tigris), aryapa (Panthera onca), nomanu (Equus ferus caballus), oBiet (Ovis aries), ko3bl (Capra
aegagrus hircus), xponuka (Oryctolagus cuniculus) n pbixke-ceporo Bamiabu (Notamacropus
rufogriseus) (Ileueimayk, 1975; Townsend et al., 1983; Gal, 1993; Grauer et al., 2000; Faber et
al., 2001; Haussler et al., 2001; Benninger et al., 2004; Jones et al., 2020). YV Bcex 3TUX TepUEBBIX
MJICKOTIUTAIONIUX aMIUTUTYAbl SB B MOACHUYHO-KpecTIIOBOM cycTaBe (20-45°) 3HAYMTENBHO

IMPEBLIMIAOT TAKOBBIC B CyCTaBaX BHYTPU MMOACHUYHOI'O OTACIIA.

3.2 UcciienoBaHHbIA MaTepUA
UccnenoBanne mNOABUAKHOCTH MPEIKPECTIIOBOTO OTAeda IO3BOHOYHHMKA OXBATHIBAECT

HpeHCTaBHTCHeﬁ Bcex 10 COBPCMCHHBIX CEMEUCTB IMNapHOKOIIBITHBIX, OTHOCAIIIUXCS K 32 poaam,
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38 Bugam. [lonmHBIA CHHCOK HCCIENOBAHHBIX KUBOTHBIX IMpencraBieH B Tabmwme 1 (cm.
[Tpunoxenue 2).

HccnenoBanne  MOABMXKHOCTU — MOSICHUYHO-KPECTLIOBOTO ~ CyCTaBa  OXBaTbIBaeT
npenctaButenel Bcex 10 coBpeMeHHBIX CEMECTB MapHOKOMBITHBIX, OTHOCALIUXCS K 57 ponam,
78 Bumam, 233 ocoOsim. Y 183 ocobeli Obuta M3ydeHa TOJBKO IMOJBHKHOCTh B TIOSCHUYHO-
kpectioBoM cyctase. Eme y 50 ocoGeil Obl1a n3ydeHa MmoABHKHOCTh BO BCEM IPEIKPECTIIOBOM
oTJeNe MO3BOHOYHOTrO cToi0a. [lonmHBI CNHCOK HCCIENOBAaHHBIX >KMBOTHBIX IPEACTABICH B
Ta6nuue 3 (cm. [Ipunoxenue 2).

W3yueHHbII MaTepuan XpaHUuTCs B KOJIEKIHsIX: THCTUTYTa TPOoOIeM SKOJIOTHH U SBOJIOIIHH
umenu A.H. CesepuoBa PAH (IEE), Poccus, MockBa; Koponesckoro my3zes lLlentpanbHoit
Adpuku (RMCA), Tepsropen, benbsrus; 3oonorudeckoro nacruryta PAH (ZIN), Poccus, CankT-
[TetepOypr; 30010rMuecKkoro My3esi MOCKOBCKOTO rOCy/1apCTBEHHOTO YHUBEpcUTeTa UMeHu M. B.
Jlomonocosa (ZMMU), Poccusi, Mocksa.

W3MepeHus: u3yuyeHHOro marepuaia MpOBOIMWINCH B COOTBETCTBUE CO CXEMOW 3aMepOB,
npencraBieHHord Ha Puc. 9 u Puc. 10 u moxppobHo omucanHoi B pasuene 2.3.2. M3mepenus
IPOBOAMIIMCH 3JEKTPOHHBIM INTAHTCHLUUPKYJIEM, 3aMep (PUKCUPOBAJICS ¢ TOYHOCTBIO JIO OIHOU
JIECATON MUJUTUMETPA.

3.3 MeToanka a”HaJn3a

3.3.1 Ucnonb3oBaHHbIe (hOpMYJIbI
Bce paccuurtannsie 3Hauenuss aROM npenctanisitor coboit amminTyabl neuxenus. s SB

paccuuTaHHas aMIUIUTYy/Aa MPEACTaBIsSeT CO0OM CyMMY BEHTpalbHOW (DIEKCHHM W JIOpCajbHOM
aKcTeH3uu, st LB u AR — cymMy COOTBETCTBYIOMIMX IBUYKEHHH BIIEBO U BIIPABO.

Jns pacdera aROM wucnons3oBaMch (GOpPMYIbl, ONTHMU3UPOBAHHBIE JUISI TPEX BHJIOB
MOJICTILHBIX TAPHOKOIBITHBIX: CBHUHEW, oBery u kopoB (Wilke et al.,, 1997a, B, 2011).
Hcnonp3oBanubie hopMyibl nipenctabieHbl B Tabmuie 11. J{ns1, BeposiTHO, Ooblield TOYHOCTH
pacueTa MOXXHO OBIJIO HCHONB30BaTh B TPUTOHOMETPUYECKHUX (opMynax 3HadYeHUS
K03 GUIMEHTOB, OTKATHOPOBAaHHBIE JUTS IOMAIIHEH CBHHBU Il BCeX mpezacTaButeneil Suidae,
oTKanuOpoBaHHBIE 1 oBell — i Bcex Caprinae, a oTKaJIMOpOBaHHBIEC JJIsi KOPOB — JUIS BCEX
Bovini (Puc. 15). Omgnako nmns Japyrux Tpynn TapHOKONBITHBIX (Hampumep, Camelidae)
HEBO3MOXXHO  Moao0paTh  ONTUMaibHble 3Ha4eHHUs  Kod(PduimeHtoB. Vcmonbp3oBaHue
YHUBEPCATBHBIX KOA(PPHUIIUEHTOB, OTKAJTMOPOBAHHBIX I TpPeX BHUIOB MaPHOKOIBITHBIX,
rapaHTUpPYeT, YTO BCE MEKBUIOBbIE paznuuus B aROM, BbIsIBIIEHHBIE B JAHHOM HCCIIEI0BaHUH,
CBSI3aHBI C TEOMETPHUEH MO3BOHKOB, a HE C PA3NIUUYUSIMU B HCHOIB3YeMbIX KOA(PUIIUEHTAX.

HenocrarkoM uCHONb30BaHMsT YHUBEPCATIbHBIX KOI(D(UIIMEHTOB AN BCEX BHUIOB SBISETCA
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PaccunTaHHbIi SB aROM PaccuuTanHblin LB aROM PaccuntaHHblit AR aROM
(pazmax ot MMH k MAKC) (paamax oT MMH k MAKC) (paamax ot MMH k MAKC)
PaccunTaHHblii co PaccumntaHHblii co PaccunTaHHbli co
cney. AnA oBLbl koadd. [[I:I:cheq_ AnsA KopoBbl koadhd. % cnel. Ans cBUHbK Koadd.
(paamax ot MMH k MAKC) (paamax o1 MMH k MAKC) (pasmax ot MMH k MAKC)

Puc. 15. NzmenunBocth aROM (amanma3oH OT MakCUMyMa JO MHHHMYyMa) B CyCTaBax
NPEAKPECTIIOBOTO OT/IENa TTO3BOHOYHOTO CTOJI0A Y MAaPHOKONBITHBIX. AMIUIMTY/AbI PACCUUTAHBI C
pa3nuyHbIMU 3HaueHUsIMH KoddpdummentoB Kr u Ks B ¢opmymnax. aROM, paccuuTanHblil C
OOMMMH ISl TpeX MOJAETBHBIX BHUOB MAPHOKOMBITHBIX KO3()(dHUIIMEeHTaMu, MMOKa3aH IBETHBIM
nomuronom. (a) SB aROM; (6) LB aROM, (B8) AR aROM. Ocph abcuucc rpamynpoBaHa IO

HOMepaMm cycTaBoB. U3 Belyaev et al., 20216 ¢ n3MeHeHUsMHU.
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HEKOTOpasi MOoTeps TOYHOCTH paccyuTaHHbIX 3HaueHnit aROM y Caprinae, Bovini u Suidae. J{ns
MPEACTABUTENCH 3THX TpeX TaKCOHOB 3Ha4deHUsi aROM ObuIM NOTOJHUTENHFHO PACCUUTAHBI C
WCITOJIb30BAaHUEM BUIO-CTICTU(PUIECKIX KOIPPHUIIUESHTOB (3TH JaHHBIEC MPECTaBICHBI B Tabmuiie
S3 B Belyaev et al., 20210), HO OHM HE HCIIONB30BAJIUChH AJS aHANIM3a JaHHBIX. Paznuuus B
3HadeHnsIX aROM, pacCUMTaHHBIX C MMOMOIIBIO PA3IMYHBIX KOIPPHUIIUCHTOB, TPEICTABICHBI IS

BCell BBIOOPKH M3YUYEHHBIX MaPHOKOMBITHBIX HA Puc. 15.

3.3.2 U3mepeHus u pacyeT Nponopuuii
bouin u3MepeHbl JUIMHBI OTAENOB (IIEHHBIA, TPYIHOM, MOSCHUYHBIN, KpPECTLOBBIA) U

obnacteit ¢ pazmuuabiM THIOM (acerok (Rf, Tf, RfL) mo3BoHo4yHOro cronmba isi u3ydeHUs
B3aMIMOCBSI3M  MEXIYy JIMHEWHBIMH  pa3MepaMH  [O3BOHOYHHKA U  MEXKIIO3BOHKOBOU
MOJIBMKHOCTBIO. 3amepbl nipecTaniensl B Tabnunax 2 u 4 (Ilpunoxenue 2). JlnivHa uzMepsiiach
Ha COWICHEHHOM ITO3BOHOYHHKE BJIOJb BEHTPAJIBHOW JIMHUM TEJl TO3BOHKOB. Hampumep, mmHa
HIeHHOTO OT/IeNa u3Mepsiach ot nepeaHero kpas Cl (atmanTa) go 3aanero kpast C7 u .1 (Puc. 1,
2).
Ha ocHOBaHWY 3THX U3MEPEHUN OBUTH PACCUNTAHBI CIICTYIOIINE TPOIIOPIIUU:

e  JUIMHA HICHHOTO OT/EJNa / IJIMHA TYJIOBHUIIIHOM yacTu o3BoHouHMKA (T+L+S);

e UIMHA IPYyJHOTO oThena / nmuHa T+L;

e  UIMHA MOSICHUYHOTO otnaena / jiuuHa T+L; qnuua Tf obmactu / aounHa T+L;

e mmHa RfL obnactu / mymua T+L.

3.3.3 Pazmep 1 BO3pacT M3y4eHHBIX NAPHOKONBITHBIX
DTanoHHBIE JAHHBIC N Vifro WCCIENOBAaHHWW, WCIIOIb30BAHHBIC NMPH BaJHJAlUU MOJEIH

OTHOCSTCSI K MJICKOTIMUTAIOIIMM CPEHETO ¥ KPYITHOTOo pa3mepa. [103ToMy Hen3BeCTHO, HACKOJIBKO
3¢GEeKTUBHO HCMONb3yeMass MOJENb CIOCOOHAa pacCUMThIBaTh aMIUuTyasl aROM vy
MJICKOTIUTAIOMNX Hebonpmoro pasmepa. C yMeHbIIEHHEM pa3MEpoB Tela U IO03BOHKOB, B
YHYaCTHOCTHU, BO3pacTacT BIIUSAHUEC CJ'Iy‘-IElﬁHBIX ommnboK npu HU3MCPCHUU Martcpualia
MITAHTEHIIUPKYJIEeM Ha TOYHOCTh OKOHYATEJIbHBIX pacueToB. [lodToMy mpoBeneHHOE
UCCJIEIOBAHUE CKOHIIEHTPUPOBAHO B OCHOBHOM HAa TMAPHOKOMBITHBIX CPEIHET0 W KPYIMHOTO
pa3mepa.

Taxxe crout OTMCTUTH, YTO T'COMCTpPHA IMO3BOHKA M €TI0 CYCTaBHBIX OTPOCTKOB MOXKET
3aMETHO OTJIIMYAThCsl Y FOBEHWIBHBIX M B3POCIIBIX )KUBOTHBIX, YTO PaHee ObLIO OMMCAHO JIIsl cO0aK
(Benninger et al., 2006). Y 1OBEeHWIBHBIX 0c00€l HEKOTOpbIE MOpP(OIOTHUECKHEe 0COOCHHOCTH
KOCTEH elle HE IMOJIHOCTHIO PAa3BUTHI IO CPABHEHUIO CO B3POCIBIMH KUBOTHBEIMH. [[1s1 Ooiee
TOYHOTO aHAJIM3a JAHHBIX B TOM HCCJICOBAHUU MBI TIPUOETAIN K UCTIONIB30BAHHUIO FOBCHHIIBLHBIX

0co0ei TOJIBKO B CJIydac OTCYTCTBHsA HeO6XO,I[I/IMOl" 0 Marcepuajia Jjis1 B3pOCJbIX 0CO0€eH.
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3.3.4 IIpouenypa anaau3a JaHHBIX
Jannbpie anamusupoBanmuchk B mporpamme IBM SPSS Statistics 23. V 183 u3 233

HCCJIEIOBAHHBIX 0C00eH OBLITU U3yUEHBI 5 METPUUECKUX XapAKTEPUCTHK: KOTMYECTBO KPECTIIOBBIX
MO3BOHKOB, /uIMHA KpecTia (MM), SB aROM B nosicanuHo-kpectiioBoM cyctase (°), LB aROM B
noscHU4YHO-KpecToBoM cycraBe (°), AR aROM B mnosicauuHo-kpectoBom cycrase (°). ¥V
octanbHbIX 50 ocoOeil OblIa W3ydeHa TMOABMXKHOCTH BO BCEM MPEAKPECTIIOBOM OTAEIE
MO3BOHOYHOIO CTOJN0A, a TAaKKe MHOTME METPUYECKHE XapaKTepPUCTUKU I03BOHOYHUKA. [lpu
aHaJIM3€ JIaHHBIX YUYUTHIBAJIMCh OTPAHUYEHUS MOJIEIH, TIOAPOOHO ONMCaHHbIE B pa3nene 2.5.2.

[lepen ananM30M aHHBIX IEpEMEHHbIE OBLITN IPOBEPEHBI HA HOPMAJIBHOCTH paclpeieIeHUs
¢ momoripio Tecta Komvoroposa — CmupnoBa (K-S Tect). Pesynsrarsl K-S Tecta moka3ansl, kak
OTAENbHBIN cTONOeI] BO BceX TaOlMIax C XapaKTepUCTUKAaMH [O3BOHOYHOIO ctonda u
HOJBMKHOCTH B cycTaBax. B citydae, eciiu K-S Tect nokassiBai, 4To pacnpezesieHue nepeMeHHON
ABJISIETCS. HOPMAJIbHBIM, TO J/JIs JaJIbHEHIIEro aHaju3a HCIOJIb30BAIMCh IapaMeTpUyYecKue
kputepuu. Tak, I cpaBHEHHUS IOJIBMXKHOCTH B Pa3JIMYHBIX OTJENaX MMO3BOHOYHOIO CTOJIOA
ucnosb3oBancs f-rect CTblofieHTa Ui HapHBIX BbIOOPOK. OmHO(GAKTOPHBIM AUCHIEPCHOHHBINA
anamm3 (ANOVA) ucnonb3oBayics Ui CPaBHEHUS MOABIKHOCTH MMO3BOHOYHOTO CTONI0A Cpenu
pasnuyuHbIX rpynn napHokonbITHbIX. Ecim K-S Tect mnokaseiBan, 4Tro BBIOOpKAa HE HUMEET
HOPMAJIBbHOTO  pacmpeleneHus, TO JUid  JalbHEWIIero  aHajdu3a  HCIOJIb30BAIUCH
HemapaMeTprUueckue KpuTepuu. Tak, Uisi CpaBHEHHS TNOABMXKHOCTH B PA3JIMYHBIX YacTIX
MO3BOHOYHOTO CTOJI0A MCIIONB30BAJICS KPUTEPHM 3HAKOBBIX paHroB Buikokcona. Kpurepuii
Kpackena — Yonmca ucronbs30Baics 11l CpaBHEHUS MOJABMKHOCTH TO3BOHOYHOTO CTOJI0A CPEIH
pa3IMYHBIX TPy NapHOKONbITHBIX. Koadduument xoppemnsiuuu [Mupcona (r) nucnons3oBaics 1is
M3yYEHUs JTMHEWHBIX B3aUMOCBSI3eH MKy pa3IMuHbIMU METPUUYECKUMU MEPEMEHHBIMU.

IIpu aHanu3e JaHHBIX CYCTaB, PACIONIOKEHHBIN MEXKIY MOCIEIHUM I'PyAHBIM [TO3BOHKOM U
L1 cunraincs oTHOCAIIMMCS K IOSICHUYHOMY OT/I€Ty I03BOHOYHUKA. B Tex ciydasx, korjga o0nactb
Tf cycraBoB pazOuBanach AJi aHaJIM3a HA KPaHUAIbHYIO U KaylaJbHYIO MMOJIOBUHBI MPU YE€THOM
konuuectBe Tf cycTaBoB, OHM JEIWJINCh TOPOBHY MEXAYy KpaHUAJbHOW M KayJadbHON
MIOJIOBUHOM; IPH HEYeTHOM KosindecTBe Tf cycTaBoB ‘MUIIHUI’ CycTaB OTHOCHJICS K KpaHHAJIbHOM
nonoBuHe Tf oTnena.

Bmecre ¢ ANOVA wucnonp3oBaivch TpU METOJA aNOCTEPUOPHBIX MHOKECTBEHHBIX
cpaBHenuii: Duncan, Scheffe u Tukey's HSD. B kadyecTBe rpynmupyrommx MEepeMEHHBIX s
ANOVA ucnonb30Baluch: TAKCOHOMUYECKas TPYNIUPOBKa, opma Oera (mo ['ambapsny, 1972),
cpela OOMTaHUs U TUI UTaHMSL.

TakcoHOMHYECKHI aHATIH3
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H3-3a Pa3IMIHOTO KOJIMYCCTBA 0C06€ﬁ, BOICAINIMX B HCCICAOBAHUA ITOACHHYHO-
KpeCTHOBOI0 CyCTaBa MW BCCro IMpeAKpeCTHOBOroO OTACHA, MBI HCIIOJIB30BAJIM Pa3HLBIC

TAKCOHOMUYCCKUC TPYHIIUMPOBKHU B CTATUCTUYCCKOM aHaJIM3€C. I[J'IH HNOACHHUYHO-KPECTIHOBOI'O

CyCTaBa HMCIOJIb3yeMbIC B aHAJIN3¢ TAKCOHOMUYECKHE TPYIIBI BKItOUatoT cemeiictBa: Camelidae,
Suidae, Tayassuidae, Tragulidae, Hippopotamidae, Giraffidae, Antilocapridae, Cervidac u
Moschidae. 13-3a Oonblioro koiauuecTBa MpeacTaBUTeNed U pa3HooOpasus (opM, cemeircTBo
Bovidae 6110 pazneneHo Ha yetsipe noarpymimsl: (1) moacemeiictBo Caprinae, (2) Tpuda Bovini;
(3) xpynnsle anTHIONL (penctasurenu Alcelaphinae, Boselaphini, Hippotraginae, Tragelaphini)
u (4) menkue antunonsl (npencraBurenu Antilopini, Cephalophinae, Neotragini). [Tpu ananusze

CBS3M TaKCOHOMHMYECKOM COCTAaBJIAIONICH C INOABHMXXHOCTBIO B MNPCAKPECCTIIOBOM OTACIIC

IpEICTABUTENIN MOHOBHUJIOBBIX CEMEHCTB ObUIM paccMOTpeHbl coBMecTHO: Moschidae BmecTe ¢
Cervidae, Antilocapridae Bmecte ¢ Antilopinae. Ilekapu (Tayassuidae) aHanmu3upoBauCh BMECTE

¢ Suidae. MroroBeie rpymmbl st OpeakpectioBoro otraena: Suina (Suidae + Tayassuidae),

Camelidae, Hippopotamidae, Giraffidae, Cervidae (+ Moschidae), Caprinae, Antilopinae (+
Antilocapridae), Bovini, kpymnsle anTuionsl (Alcelaphinae, Hippotraginae, Tragelaphini).
[IpencraButenu Tragulidae He ObUTM MPOAHATU3UPOBAHBI BMECT€ C  OCTAJIbHBIMHU
NapHOKOTIBITHBIMH M3-32 OMACEHH, YTO MaJIble pa3Mephl CKAXKYTCsl HA TOYHOCTH U3MEPEHHH (CM.
3.3.3). Tem me menee, cnenpuka aROM B mpeaKpecTIIOBOM OT/EINEe MO3BOHOYHHKA y OJCHBKA
Obl1a paccCMOTpeHa OT/IeNbHO B paszzene 3.5.7.

JIOKOMOTOpPHBIH aHAJIN3

I1.I1. Tambapsta (1972) Beigenua ciaegyromye mectb (opM 0era y KOMbITHBIX:

1. CropoctHas (opma — sBIseTCS ajganTanueld K JKU3HH B OTKPBITHIX JIaHmadrax,
XapaKTepU3yeTCs] BBICOKOM CKOPOCTBIO M BBIHOCIHBOCTBIO Oera. Ee oTIMYHUTENbHBIME YepTamMu
ABIISIFOTCA OoJiee mojorasi TpaekTopusi Oera ¢ He3HAYUTENbHBIMH KOJIEOAHUSAMH LIEHTPA TSHKECTH
BO BpeMs O€30MOpHBIX CTaguil Tajoma, H, HAOOOpOT, OONBIIMMH YIIAMH BbUIETA U
BEPTUKAIBHBIMHA KOJICOAHUSIMH BO BpeMsi Oojiee MEIUICHHBIX QJUTIOPOB — PBICH U HWHOXOIH.
YBenmuueHne CKOpOCTH Oera MPOMCXOIUT B OCHOBHOM 32 CUET yBEITMYCHUS YaCTOTHI IIATrOB, a He
3a cueTa JUIMHBI ara (TUIMHYHBIE IPEICTAaBUTEIHN — CEBEPHBII OJIEHb, THY, BUJIOPOT, cailrak).

2. TIpbDKKOBO-CKOpOCTHas (opmMa — Takke ObICTpas, HO MEHEee BBIHOCIHUBAs, YeM
ckopocTHast (popma Oera, xapakTepusyromascsi 0onee KpyToil TpaekTopuen (OONbIIMMHU yIiIaMu
BbLIETA) IIEHTpa TSHKECTU Tejla Ha Oe30MOpHBIX CTaIWAX BO BpeMs raiomna, U, Ha000poT, Oosee
HU3KHUMH KONEOAHMSIMH IIEHTpa TSDKECTH BO BpEMS pBHICH. YBEIWYEHHE CKOpOCTH Oera
JIOCTUTAETCS B OCHOBHOM 32 CUET YBEJIIMUCHUS JUIMHBI I1ara (3a cYeT yUIMHEHHs 0e300pPHBIX (a3)
BMECTO YBEIIMYCHUS YaCTOTHI IaroB. Jta opma Oera xapakTepHa sl JIETKO-CIIOKEHHBIX JIECHBIX

KOTIBITHBIX (TUIIUYHBIE MPEICTaBUTEIH — JXKEHPaH, J1aHb, KOCYJISl, OJICHBKH).
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3. IIpsoxkoBast (hopma — Oer, XapaKTEPHBIH 7151 HEKOTOPBIX TOPHBIX BUIOB MTAPHOKOIBITHBIX.
Orta ¢opma Oera cBs3aHa € ajanTaueil K JUIMHHBIM OJWHOYHBIM MPbDKKAM (TUIIMYHBIE
MPEICTaBUTENN — MApXyp, CEpHA, TOPHBIHA KO3e).

4. Tlonmytsokenast ¢opMa — Oer, XapaKTepHBIM [Js KPYMHBIX M TSKEIBIX KOMBITHBIX
(marpumep, ObIYbKX). OTIHYAETCS JOMOJHUTEIBHBIM CHIDKEHHEM BEPTUKAIBHBIX KojeOaHWi
[EHTpa THKECTH Tella MO CPaBHEHHUIO CO CKOpocTHOM ¢opmoin. OmnopHas ¢a3a KOHEUHOCTEH
XapaKTepU3yeTcsl TMOHIKEHHWEM AaMIUIUTYJ TOABIKHOCTH B CyCcTaBaxX KOHEYHOCTEH U
YMEHBIICHUEM yIJia mara (T.e. yriia, Ha KOTOPbI KOHEYHOCTh B LIEJIOM [TOBOPAYUBACTCS BOKPYT
TOYKH KOHTAKTa C 3eMJICHi).

5. Tapannas opma — xapakTepHa JJI1 MACCUBHBIX JIECHBIX KOIIBITHBIX (TaKHe Kak, MeKapH,
cBUHBU). OCOOEHHOCTH TapaHHOrO Oera CXOIHBI C OCOOCHHOCTSIMU MPBIKKOBO-CKOPOCTHOM
¢dopmbl. Paznuna He Oblia yeTko copmyiarpoBaHa ['ambapsHOM, 32 HCKIIOUEHHEM HECKOJIBKO
0oJiee BBICOKUX aMIUIUTY/ ABHXKCHHS B CyCTaBaX KOHEYHOCTEH, YeM IPU MPBIKKOBO-CKOPOCTHOM
Oere, HO caMm TepMUH "TapaHHas" MOApPa3yMeBaeT HU3KYI0 MAaHEBPEHHOCTh dTUX KMBOTHBIX.

6. XonynbHasi popma — 6er Ha O4EHb BEICOKUX KOHEYHOCTSIX, OCTAIOIINXCS BHITPSIMIIEHHBIMH
B (ha3e onopsl (TUMMYHBIE IPEACTABUTENN — KUpad, BepOIto, JIOCH).

Cpena o0uTaHUSA M TUII TUTAHUS

Cpena oOuTanus ObuTa paszeieHa Ha YeThIPE MOATPYMIBI: OTKPHITHIC MPOCTPAHCTBA, JIeC,
TOpBl W TIONYBOAHAs. XapakTep NMHTaHUS OBbLT pa3lelieH Ha YeThIpe MOATPYIIIBI: BCESTHBIE,
JUCTOSIIHBIE, TPABOSAHBIE, CMEIIAHHOE MUTaHUE (JINCTOsAIHBIEe/TpaBosiiHbIe). Cpena oOuTaHus U
TUI MUTAHUS Y TMApHOKOIBITHBIX OIpPENeNsUIMCh MO JuTepaTypHbM JaHHbIM (Cokonos, 1979;
Janis, 1982; Wilson and Mittermeier, 2011).

Wepapxuueckuil knactepubiii ananuz (HC) (Z-ouenku, Meton MeXrpynmoBbIX CBs3eH,
EBknuioBo paccrosiHue) ObUT TPOBEACH C HCHOJIb30BaHMEM JIeBATH TNepeMeHHbXx aROM
(cymmapnsiii SB, LB u AR aROM B Rf, Tf u RfL cycraBax).

JInst MOSICHUYHO-KPECTIIOBOTO CycTaBa ObIIa MOCTPOEHA CTENECHHAs PErpeccust MEKIy

TIOZBIKHOCTBIO B TOSICHUYHO-KPECTIIOBOM CyCTaBe M Maccoi Tenma. OIEHKH MacChl Tela y
M3y4aeMbIX BUIO0B ObLTM OCHOBaHBI Ha tuTeparype (Cokonos, 1979; Wilson & Mittermeier, 2011).
Ecnu O6b1u1 n3BeCTEH MO M3y4aeMoit 0co0u, TO UCIIONB30BaIach CPEIHSSA Macca TeJa XapakTepHast
JUISL caMIla Wik caMKd. Eciu monm ocoOu ObLT HEM3BECTEH, TO UCIIOIB30BAJIOCh CPEHEE 3HAUCHHUE
MaccChl Tella Juisl caMIloB U camMoK. Jlyis moapocTkoB (subadult) mcnonb3oBanicss HIKHUN TIpeaes
Macchl Tea JJIsi COOTBETCTBYIOIIETO MMOJIa.

bruta mpoBeeHa He3aBUCUMAs OIICHKA BIUSHUSA (OpPMBI Oera U alJIOMETPHH, CBSI3aHHOM C
Maccoil Tena, Ha MOABM)KHOCTH MOSCHUYHO-KPECTIIOBOTO cycraBa. [lis storo Obuia oroOpana

MOJIBBIOOPKA MAPHOKOIIBITHRIX CpemaHero pasmepa ot 34,5 no 139 kr, KoTopas BKJIIOYaeT BCEX
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U3YUYCHHBIX KONBITHBIX C TPBDKKOBOM (opmoii Oera, a Takke OOJBUIMHCTBO W3yYEHHBIX

MIPEICTaBUTENICH CKOPOCTHOU, MPBIKKOBO-CKOPOCTHOU M TapaHHOU (opm Oera (Puc. 22 a, B). B

3Ty NOJABLIOOPKY HE BOILIN IMPEICTABUTENN MOTYTAXKENION U XoLyabHOU (opM Oera, sl KOTOPbIX

XapaKTepHa OoJiee BEICOKAs Macca Teja.

3.4 XapakTepuCTHKH 03BOHOYHOI0 CT0J10a Y NAPHOKONBITHBIX
dortorpadun MO3BOHOYHBIX CTOJIOOB y 35 BUAOB IMaPHOKOIBITHBIX MPEICTABICHBI OHJIAH

o azapecy https://doi.org/10.6084/m9.tigshare.13302365.v4.

Yucno NPEAKPECCTHOBLIX IMO3BOHKOB BO BCEX ceMelcTBax MapHOKOIBITHBIX AOCTATOYHO

ctabmibHO (25-27; Tabn. 14). [To3BoHOUHAs popmyrna y mpeacTaBUTENIed OJHOTO BUAA OOBIYHO

OTIMYaeTcs He Oosiee YeM Ha OJIUH MMO3BOHOK B TPYIHOM W/WJIU TOSCHUYHOM otaenax (Tabmuma 2

B [Ipunoxenun 2).

Taoauua

14. Ywucaossie

XAPAKTCPUCTHUKU HW  TPOIOPHHUHU ITO3BOHOYHOTO
IMAPpHOKOIIBITHBIX. N — gucio OCO6Cﬁ, Y KOTOPBIX M3YUCHA COOTBCTCTBYIOLIAA ICPCMCHHA.

croiba vy

[epemennas N Mun Makc Cpenn SD K-S CemeiicTBO Bun
TECT Mun Maxkc Mun Makc
(2)

C+T+L Heckonbko Heckonbko Heckonbko

50 25 27 26,14 50 ,000 Heckonbko
II03BOHKOB
T M03BOHKOB 50 12 15 13,32 77 ,000 Camelidae Hippopotamidae Heckonbko Heckonbko
L mo3BoHKOB 50 4 7 5,82 ,85 ,000 Hippopotamidae Camelidae Heckonbko Heckonbko
S MO3BOHKOB 208 3 7 4.41 ,65 ,000 Giraffidae Bovini Multiple T. pecari
Rf cycraBoB 53 6 7 6,11 32 ,000 Heckonbko Heckonbpko Heckonbko Heckonbko
Tf cycrasos 50 8 13 10,10 1,00 ,000 Suina Giraffidae S. scrofa dom. O. johnstoni
RfL cycraBos 50 6 12 8,94 1,13 ,000 Giraffidae Suina G. camelopardalis S. scrofa dom.
C/(T+L+S) (%) 47 20,4 118,8 44,8 22,0 ,000 Giraffidae Suina G. camelopardalis S. scrofa dom.
T/(T+L) (%) 49 54,5 77,8 64,7 57 ,010 Tragulidae Hippopotamidae T. javanicus G. camelopardalis
L/(T+L) (%) 49 22,2 45,5 35,3 57 ,010 Hippopotamidae Tragulidae G. camelopardalis T. javanicus
THI(T+L) (%) 42 38,9 73,0 53,5 7,5 ,058 Tragulidae Giraffidae S. scrofa dom. G. camelopardalis
RfL/(T+L) (%) 42 27,0 61,1 46,5 75 ,058 Giraffidae Tragulidae G. camelopardalis S. scrofa dom.
Jlnuna kpectua

221 30 295 120.0 52.65 ,000 Tragulidae Bovini M. saltiana B. bonasus
(Mm)
Rvert LS/Rvert X i

50 73,4 103,4 85,3 6,66 ,200 Suina KpynH aHTHIONBI P. africanus C. gnou
Lumb? (%)
Lpost LS/Lpost

b 50 96,7 218,5 1434 28,98 ,074 Hippopotamidae Camelidae H. amphibius O. ammon

Lumb® (%)

2 — Ryert B IOSICHUYHOKPECTIIOBOM CycTaBe/CpelHsis Ryert B HOSCHUYHBIX CyCcTaBax

b_ Lpost B MOSICHUIHOKPECTIIOBOM CYCTaBe CPEHsAsS Lpost B HOSCHHUYHBIX CyCTaBaX

[IeitHbIi OT/IET TO3BOHOYHUKA Y BCEX MAPHOKOIBITHBIX COCTOUT U3 7 M03BOHKOB (Puc. 16).

[Tepexon ot pammanmsHoro (Rf) Tuma cdacerok k TtanrenmmansHomy (Tf) Tumy dacetok y
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OOJBIIMHCTBA IPENCTABUTENEH NPOMCXOAMT Ha mepBoM TIpyaHoMm mo3BoHke (T1). bonee

kaynaiabHbli nepexof oT Rf cycraBoB k Tf cycraBam Ha T2, ormMeueH Tonbko y nekapu (Tayassu

pecari, Pecari tajacu), ogHOTO W3 JABYX H3YYEHHBIX KapJIMKOBBIX OereMoToB (Choeropsis

”\ OK)  agt

Y.

liberiensis) v Bcex Tpex U3y4YECHHBIX *KUpadoB (HO HE OKaru).

Puc. 16. Weiinbiit otnen (C1-T1) y paznuyHbIX TapHOKOMBITHBIX. (a) Ovibos moschatus (ZMMU
S-135832), (6) Hippopotamus amphibius (ZIN 24305), (B) Bos gaurus (ZIN 8827), (r) Sus scrofa
domestica (ZMMU S-106943), (n) Bison bonasus (ZMMU S-193088), (e) Choeropsis liberiensis
(ZMMU S-166224), (x) Tragulus javanicus (ZMMU S-175329), (3) Moschus moschiferus
(ZMMU S-191852), (n) Gazella subgutturosa (ZMMU S-150883), (k) Hippotragus niger (ZMMU
S-163601), () Cervus elaphus (ZMMU S-149937), (m) Lama guanicoe (ZMMU S-113400), (1)
Camelus bactrianus (ZIN 11173), (o) Giraffa camelopardalis (ZMMU S-175340). U3 Belyaev et
al., 20216 ¢ U3MEHEHHUSIMH.
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I'pynHOl OTZHEN y NApHOKOIBITHBIX COCTOMT U3 12-15 MO3BOHKOB, NOACHUYHBIA — U3 4-7
1no3BoHKOB (Tabnuua 2 B [Tpunoxennn 2; Puc. 17). Kputepuit Kpackena — Yominca nokassiBaer,
YTO B Pa3jMYHBIX TPYIIAaxX MapHOKOMBITHBIX CTATUCTUYECKU 3HAUMMO Pa3IMyaeTcsi KakK 4YucCio
rpyanbIx (x> = 36,805, p < 0,001), Tak 1 4KCIIO MOACHUYHBIX MO3BOHKOB (¥ = 33,365, p < 0,001).
CeMeiicTBOM C HAUMEHBIIIMM YHCIIOM TPYIHBIX TTO3BOHKOB U HAUOOJBIIUM YHCIOM MOSICHUYHBIX
no3BoHKOB siBiigeTca Camelidae (T: mean = 12; L: mean = 7). CemeiicTBaMu ¢ HauOOJIbIIUM
YHUCJIOM I'PYAHBIX TTO3BOHKOB U HAMMEHBIIIUM YUCIIOM MoscHUYHBIX siBJsitoTcs Giraffidae (T: mean
=14,67; L: mean = 4,67) u Hippopotamidae (T: mean = 15; L: mean = 4).

[Tepexon ot Tf k RfLL cycTaBam Bcerjja mpOUCXOAUT CIIEPEAN OT TPAHHIIBI MEXITY TPYIHBIM
U MOSICHUYHBIM OT/EJIaMU [T03BOHOYHOIO CTOJI0a (3Ta rpaHuLia ONpeesieTCs] 0 UCUE3HOBEHUIO
cBOOOIHBIX pebep). Hambomee KpaHMalbHBIA Tepexol OTMeueH Ha T9 y omHOW u3 IBYX
UCCIICIOBAHHBIX JJOMAIIHUX CBUHEH, Haubosee kaynanbHblil — Ha T13, T14 y 3y6pa u Giraffidae
(Tabmuma 2 B [punoxennn 2).

Uucno Tf cycraBoB y mapHOKONBITHBIX cocTaBisieT 8-13, uucino RfL cycraBoB ot 6 mo 12
cycraBoB (Tao6u. 14). Kputepuii Kpackena — Younuca mokasplBaeT, 4YTO B Pa3IUYHBIX TPYIIIax
HNApHOKOMBITHBIX CTATUCTUYECKU 3HAYMMO paznuyaercs kak uucio Tf (- = 33,686, p < 0,001),
tak u uuciao RfL cycrasos (x> = 25,998, p = 0,001). I'pynmnoii ¢ HaumeHpmuM uuciom Tf u
HanOonpmuM unciiom RfL cycraBoB siBmsiercst Suina (Tf: mean = 8,83; RfL: mean = 10,17).
I'pynmamu ¢ HanOobmuM yuciaoM Tf cyctaBoB 1 HaumeHbIUM drciioM RfL cycraBax siBisitoTces
Bovini (Tf: mean = 11,14; RfL: mean = 7,86) u Giraffidae (Tf: mean = 12; RfL: mean = 6,67).

JlnvHa meiHoro otAena Mo OTHOMICHWIO K JJIMHE TYJIOBUIIHOW YacTH MO3BOHOYHHMKA Y
Pa3IUYHBIX TAPHOKONBITHBIX OTJIMYAeTCs MouTH B mecTh pa3 (Tabnuua 14). Kpurepuii Kpackena
— VYonnuca yka3plBaeT Ha CTAaTUCTHUUECKH 3HAUYMMBbIE pa3IMyUsl B Pa3UYHBIX TIpyInax
napHOKombITHEIX (x> = 40,392, p < 0,001). AnocTepHOpHbIE MHOXECTBEHHbIE CPAaBHEHHS
noka3eiBaroT, uTo Giraffidae 06pa3yroT moIMHOXKECTBO ¢ MaKCUMAJIbHBIM YUTMHEHUEM IIeu (mean
=101,2%); 13 KONBITHBIX TOJBKO Yy *KUpadoB JUTMHA [IEH MPEBHIMIACT [UTUHY TYJIOBUIIHON YacTH
no3BoHouHuka (106,2-118,8%). Camelidae 06pa3yroT BTopoe MOJIMHOKECTBO IO YIJIMHEHHOCTH
e (mean = 69,8%). B npenenax Camelidae nnuna meu y npeacrasuteneit pona Lama (69,9-
77,1%) HEMHOrO TMpEBBIIAET TaKOByI0 Yy BepOmomoB (61,2-65,4%) u oxamm (61,5%). K
MIOZIMHOKECTBY C CaMOil KOPOTKOH mieeit oTHocsATcst Suina, Hippopotamidae u Tragulidae (mean =
24.2%, 26,4% un 28,9% COOTBETCTBEHHO).

W3ydeHHbIl Marepuall TMOKa3bIBaeT, UTO JJIMHA TPYIHOTO OTAeNa y MapHOKOMBITHBIX
MPEBBIIIACT JJIMHY MOSICHUYHOTO OT/IENIa B CpeHEeM MOouTH B 1Ba pasa (Tadmuna 2 B [Ipunoxenun

2, Tabmuua 14). Kputepuit Kpackena — VYomnuca yka3plBaeT Ha CTAaTUCTHUECKH 3HAYMMbIE
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m (e) S 5355593,
) 2,

Puc. 17. TynoBumisslii otaen nozsoHouHuka (oT T1 g0 kpectia) y pa3auyHbIX MapHOKOMBITHBIX.
(a) Bison bonasus (ZMMU S-193088), (6) Hippopotamus amphibius (ZIN 24305), (B) Camelus
bactrianus (ZIN 11173), (r) Ovibos moschatus (ZMMU S-135832), (n) Giraffa camelopardalis
(ZMMU S-175340), (e) Tragulus javanicus (ZMMU S-175329), (x) Tayassu pecari (ZIN 30967),
(3) Moschus moschiferus (ZMMU S-191852), (n) Capra falconeri (ZMMU S-181396), (x) Cervus
elaphus (ZMMU S-149937), (1) Capreolus capreolus (ZMMU S-117768). 13 Belyaev et al.,
20216 ¢ U3BMEHEHUSMH.

pasauuus B PA3IMYHBIX TPYNIaX MapHOKOMBITHBIX (y° = 32,307, p < 0,001). I'pynHoit otaen

COCTaBJIsIeT HAMOOJNBIIYI0 YacTh TYJIOBHIIHOW yacTH Mo3BoHOYHMKAa Yy Bovini, Giraffidae u
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Hippopotamidae (mean = 68,9%, 74,8% u 75,5%, coorBercTBeHHO). [loscCHUYHBINA oOTHEN
COCTaBJIsIeT HAMOOJBIIYIO YacTh TYJOBHUIIHON 00nacTu mo3BoHouHuKa y Camelidae, Caprinae u
Tragulidae (mean = 39,1%, 40,1% wu 43,4%, coorBeTcTBeHHO). Hambomnee ymnmHeHHas
nosicHUYHas o61acth (45,5%) ormeuena y Tragulus javanicus.

Otnen Tf cycraBoB HemHOro kopode, a otaen RfL cycraBoB HeMHOro UiMHHEE IO
CPaBHEHHUIO C TPYAHBIM U TIOSICHUYHBIM OT/eIaMH, COOTBeTCTBeHHO (Tabmuma 2 B [Ipunoxenun 2,
Tabmuna 14). ANOVA yka3pIiBaeT Ha CTATUCTHYECKH 3HAYMMBIE Pa3IUYMs COOTHOIICHUHN JTHHBI
oraenoB Tf u RfL cycraBoB B paznuunbix rpynnax napHokonsTHeIX (F = 8,337, p < 0,001). ¥
Tragulidae, Suina u Hippopotamidae (mean = 44%, 46,7% u 47,5%, coorBercTBeHHO) otaen Tf
CyCTaBOB B cpeHeM Kopoue, ueM otaen RfL cycraBoB. Hanbonee ninuanbii otaen RfL cycrtaBos
OTMEUYEH Y OJIHOI U3 IByX UCCIEIOBAaHHbBIX JoMalHuX cBuHei (61,1%). Bovini u Giraffidae (mean
=63,6% u 68,3%) npuHajIIekKAT K TOJMHOKECTBY C CAMBIM OTHOCUTENBHO IIUHHBIM oTAenoM T
CYCTaBOB.

KonnuecTBO 1MO3BOHKOB B KPECTIIE Y MAPHOKOMBITHBIX BapbUpyeT B paiione 4-5 (Tabnuna 4
B [Ipunoxxenuu 2). Tpu KpecTLOBBIX MO3BOHKA OTMEUEHBI y 4,8% UCCIIeJOBaHHBIX 0CO0EH, YeThIpe
KpPECTLOBBIX M03BOHKA - y 53,4%, IATH KpECTUOBBIX MO3BOHKOB - Y 38,5%, 1IeCTh KpEeCTLOBBIX
MO3BOHKOB - y 2,9%. Tayassu pecari (ZIN 30967) siBasieTcss €IUHCTBEHHBIM HCCIEIOBAHHBIM
MTAPHOKOITBITHBIM C CEMbBIO TIO3BOHKAMH B KPECTIIE.

t-rect CTBIOIGHTA UIS TIAPHBIX BBIOOPOK TOKa3al, 4To pamuyc SB (Rvert) B MOSCHUYHO-
KPECTIIOBOM CYCTaBe€ CTATUCTHUECKH 3HAYUMO KOpOUe, YeM CpeTHUN Ryert BO BHYTPUITOSICHUYHBIX
cycraBax (n = 50, mean diff = -7,3 mm, t =-11,067, p < 0,001, 95% CI: ot -8,67 no -6,00 mm). B
cpenneM paauyc SB (Rvert) B mosicHUYHO-KpecTIIOBOM cycTaBe Ha 14,7% kopoue, ueM Rvert BO
BHYTPUITOSICHUYHBIX cycTaBax (Ta0m. 14).

t-tect CTbIOZIEHTa [UIsl TMapHBIX BBIOOPOK TMOKa3asl, 4YTo (paceTku MmocT3uranoduson
MOCJIETHETO TOSICHUYHOTO T03BOHKA CTAaTHCTUYECKH 3HAYMMO JUIMHHEE CpeaHEeH IITUHBI
MOCT3UTAO(U30B JIPYTHX MOSICHHYHBIX MO3BOHKOB (n = 50, mean diff = 6,77 mm, t = 8,501, p <
0,001, 95% CI: 5,17-8,37 mm). B cpennem moct3urano(u3bl MOCIETHETO TOSICHHYHOTO TT03BOHKA

Ha 43,4% nvHHEee, 4eM y JpyTUX MOsSICHUYHBIX 103BOHKOB (Tabim. 14).

3.4.1 Cpamenusi Mmexay MO3BOHKaAMU U noTeps gaceTok 3uranopusos B cycraBax
B HekoTOpbIX cycTaBax pacyeT BceX TPEX COCTABISIOIINX MEKII03BOHKOBOM MOJBMKHOCTH

(MM 9acTH COCTaBIIAIONIMX) OBUT HEBO3MOXKEH B CBSI3U CO CPAILCHUSMH MEXIY MO3BOHKAMHU H
notepei gaceTok 3uranou3oB B CycTaBax.

B m3ydyeHHO# BBIOOpKE OBUIO OTMEYEHO TONBKO TPH CIIydasi CpallleHHs! II0O3BOHKOB JIPYT C
JPYTOM C TIOJHOM MoTepeil MOABMKHOCTH B CycTaBe. Bce 3TH cilyyan OTHOCSTCS K TYJIOBHUIIHOM

YacTH MO3BOHOUYHMKA. [/[Ba ciryyas npuxoasaTcs Ha rpyaHoi otaen: (1) cycras T4-TS y npomenapa,
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(2) cycraBe T11-T12 y kapnukoBoro 6eremota. OnuH ciydait B RfL cycraBe Ha rpanuiie rpyiHoro
u nosicanaHoro otaenos (T12-L1) y mamsl. Bo Bcex Tpex cycraBax cpalieHUe IpOUCXOIUT BIOb
BEHTPAJIbHOM YacTH TeJl MO3BOHKOB, a B CIIy4ae JIaMbl, TAK)KE U MEXAY JIEBBIMU 3UTanopu3amH.
Taxxe ObLII0O OTMEUEHO HECKOJIBKO CITy4aeB MCUE3HOBEHUSI MPABOM UITH JIEBOH map (aceTok
3uranopu3oB (MOTEps COOTBETCTBYIOIIMX (aceTok MOCT- W mpe3uranopu3oB Yy ABYX
MOCJIeI0BaTEIBHBIX MO3BOHKOB) B oTAene Tf cycraBos: B cyctae T9-T10 y 3y6pa (ZMMU S-

193088) u na npomexxytke T6-T10 y xupada (ZMMU S-175340).

3.5 I1oABHUKHOCTH MO3BOHOYHOIO CT0JI0Q Y MAPHOKONBITHBIX
Camble BBICOKME AaMIUTUTYAbl TOABM)KHOCTH B CyCTaBax W HaumOOJNBLIMHA pa3Max

M3MEHYMBOCTH y APHOKOMBITHBIX XapakTepHsl A1 SB u LB aROM B mieitnom otnene (Puc. 15a,
0). Hanbonpmme ammmtyast AR aROM xapakTepHbI 111 KpaHHATBHOM YaCcTH TPYIHOTO OT/ENa,
kotopeiii coctouT u3 Tf cycraBoB. Hambonbiias msmenunBocth AR aROM Habmiomaercs B
cycraBax 16-20, koTopbie y onHux BuaoB otHocarcs K Tf, a y npyrux k RfL tuny cycrasos (Puc.
15B).

Pesynprarel HepapXW4ecKOro KIacTEpHOIO aHaju3a IIOKA3bIBAIOT, YTO MPEACTABUTEIU
cemeiictB Antilocapridae, Cervidae u moacemeiictB Caprinae u Antilopinae xapakTepusyroTcs
HanboJIee CXOXKUMHU C TOYKH 3PCHHUs OMOMEXaHWKH MO3BOHOYHBIMU ctonbamu (Puc. 18). Otun
TaKCOHBI OOBEIUHSIOT MEJIKHUX M CPEIHHX IO pa3Mepbl MapHOKOMBITHBIX, KOTOPHIE WMEIOT
JIOBOJIBHO CXOJTHO€ CTPOEHHUE Tella, HO MPUCIIOCOOIEHBI K PA3INYHBIM YCIOBUSM OOUTAHUS.

W3 Bcex rpynn mapHOKOMBITHBIX, OTHOCAIUXCS K Pecora Tonbko Giraffidae cymecrBenno
OTJINYAETCS OT OCTAJBHBIX TAKCOHOB C TOYKM 3PEHHUS TOABMKHOCTH ITO3BOHOYHOTO CTOJIOA.
Kupads! yHUKaTBHBI CpEU APYTUX TAPHOKOMBITHBIX OYEHB BHICOKOW TTOJIBIIKHOCTHIO B IIICHHOM
ornene (SB u LB aROM) u oueHs Hu3KOM moaBmkHOCTHIO B oTaene RfL cycraBos (SB u LB

aROM).

3.5.1 Otnea Rf cycraBos
K-S tect nokazeiBaet, yto SB 1 LB aROM B cycraBax melHOro oraesna B UCCIEIOBAaHHOM

BBIOOpPKE HE MMEIOT HOpMalibHOTO pactpeneneHus (SB: n = 324, p < 0,001; LB: n = 312, p =
0,001). Koabdbumment dumepa-Ilupcona (SB: 0,884; LB: 0,752) yka3piBaeT Ha TO, YTO
pacnpeziesieHue CKOIIEHO BIIPaBO, UTO MOXKET OBITH CBSI3aHO C OOJBIIMM KOJIMUYECTBOM U3YYEHHBIX
xupadoB U MozoseHorux. AMruutyasl aROM B cycraBax MIEHHOro oTAena pacrpeieieHbl
HepaBHOMepHO. Kpurepuit Kpackena — VYomnuca ykas3plBa€T Ha CTAaTUCTHYECKH 3HAYMMBbIE
pasnanuus B cpeaHuX 3HaueHnsx aROM B cycrapax (SB: y* = 37,992, p < 0,001; LB: x> = 29,488,
p <0,001). Cpeanue panru aMILIUTY IOJBMXKHOCTH B cycTaBax cpenHeit yactu meu C4-C7 (SB:
186,46-198,83; LB: 169,03-187,16) 3ameTHo BbimIe, 4eM B cycTaBax C2-C4 u C7-T1 (SB: 120,44-

147,13; LB: 105,82-159,23). AnocTepruopHble MHOXECTBEHHBIE CPAaBHEHUSI YKA3bIBAIOT JBA WJIU
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TPU OAHOPOAHBIX MOJAMHOXKECTBA cpeau cycraBoB mieiHoro oraena. Cycrassl C2-C3, C3-C4 u
C7-T1 oTHOCSTCS K TOAMHOXECTBY ¢ O0JIee HU3KOM MOABMKHOCTHIO (SB: mean = 13,3-14,8°; LB:

mean = 21,8-25,0°). CycraBsl C4-C5, C5-C6 u C6-C7 oTHOCATCA K MOIMHOXECTBY ¢ Oosee

BBICOKOH MOJBMXXHOCTHIO (SB: mean = 16,5-17,1°; LB: mean = 26,1-26,8°).

NMoaBMXHOCTL NO3BOHOYHUKA

CoBMmelleHVe KnacTepa nepelKanMpoBaHHbIX paccTOAHWNIA
10 15 20 25

0
| 1

ﬁ Antilocapridae I:I_ I I !

Cervidae

& Caprinae —
h Antilopinae
% Camelidae
” Bovini
% KpynH. antunons| ——————

” Moschidae
” Tayassuidae
”\ Tragulidae
‘ Suidae
n Hippopotamidae

‘h Giraffidae

Puc. 18. JlengporpamMma HepapXU4eCKOro KiIacTEpHOTro aHaiu3a. CpaBHEHHE MOJBHKHOCTH
MO3BOHOYHOTI'0 CTOJI0a y pa3iIMuHbIX KPYyHHBIX TPYII MapHOKONbITHRIX. U3 Belyaev et al., 20210

C UBMCHCHUSAMU.

3.5.1.1 Amnaumyoa SB aROM
Cymmapssiii SB aROM B otaene Rf cycraBoB paznnyaercs y mapHOKOMBITHRIX 0OJIee YeM B

nBa pasza (Tabmuna 15). Kpurepwnii Kpackena — Yonnuca yka3bIBaeT Ha CTAaTUCTUYECKU 3HAYUMBIE
pasnMuus B PAa3IMUHBIX IPYNNax MapHOKOMBITHRIX (x> = 27,890, p < 0,001). Camble Hu3KHE
cpenHue paHru xapaktepusl st Hippopotamidae, Bovini u Suina (13, 15,79 u 18,93; mean =
75,5°, 80,5° u 83,1°, cooTBeTCTBEHHO), a cambie Bbhicokue g Camelidae u Giraffidae (47 u 50;

mean = 122.1° u 128.3°, cOOTBETCTBEHHO).

3.5.1.2 Amnaumyoa LB aROM
Pazmax cymmapueix LB aROM B otzmene Rf cycraBoB pasnmuuaercs y mapHOKOIBITHBIX

noyTH B Tpu pasa (Tabnuua 15). Kpurepuit Kpackena — Yomnuca ykas3slBaeT Ha CTaTUCTUYECKU

3HAYMMBIE PA3THMYMs B PA3IMYHIX TPYNIaX MapHOKOMBITHHIX (}° = 36,878, p < 0,001). Camsle

81



HU3KHE CpeHue paHru xapakrepusl 1 Hippopotamidae u Suina (7,33 u 11,71; mean = 119,1°u

123,8°, coorBeTcTBeHHO), a cambie Bbicokme s Camelidae u Giraffidae (45,33 u 50).

AmnocTepruopHbIe MHOXKECTBEHHBIC CpaBHEHUs IMOKa3biBatoT, 4yto Giraffidae (mean

246.5%)

NpUHAAJIeKAT K MOArpyMnIe ¢ camoi Belcokoil cymmapHoit aROM. Camelidae (mean = 193.1°)

MIONaAA0T BO BTOPYIO MOATPYIILY € BEICOKOU ITOJBUKHOCTBIO.

Ta6auna 15. Aty s aBROM B otzene Rf cycTaBoB 103BOHOYHOTO cTOJI0A

Ilepemenn
as N Mu Makc Cpenu SD (%) K-S CemeiicTBO Bun
H (°) © ©) test Mun Makc Mun Maxkc
®

SB cpenn 53 10,2 21,4 15,31 2,89 ,042 Hippopotamidae Giraffidae C. liberiensis L. guanicoe
SB cym 53 61,1 136,5 93,66 19,21 ,024 Hippopotamidae Giraffidae C. liberiensis G. camelopardalis
LB cpean 51 | 151 38,0 25,03 4,92 ,033 Hippopotamidae Giraffidae S. scrofa dom. G. camelopardalis
LB cym 51 90,4 266,1 1534 34,19 ,000 Hippopotamidae Giraffidae S. scrofa dom. G. camelopardalis
AR cpenn 52 4,0 7,9 5,92 1,01 ,200 Suina KpyIH aHTHIIOIBI G. camelopardalis T. eurycerus
AR cym 52 24,6 47,1 36,14 6,04 ,056 Suina Kpyma aHTHI0m6! S. scrofa dom. T. eurycerus

CYM — CyMMapHasi, CpeJIH — CpeJIHssA

Ammutyael SB u LB aROM umerot Beicokue nonoxurenbHsle koppensuuu (Iupcon r >
0,5) ¢ abcomroTHOM JAIMHON mieW (MM) W OCOOEHHO C JUIMHOM III€M OTHOCHUTEIHHO JTHHBI

TYJOBHUIITHOM YacTH o3BoHOYHUKA (Tabmuna 16), a Takxke apyr ¢ apyrom (Tabmuma 17).

3.5.1.3 Amnaumyoa AR aROM
Ammmutynel cymmapHoro AR aROM  y pa3niMuHbIX MNapHOKOINBITHBIX HAXOIUTCS B

untepBaie 25° (ot 24,6° no 47,1°). ANOVA yka3bIBaeT Ha CTaTUCTUYECKH 3HAUUMBbIE PA3INUUs B
amMIuMTygax cyMMapaslx aROM y paznuusbix rpynn napHokonsITHEIX (F = 3,186, p = 0,005).
OpHako anocTepuopHble MHOKECTBEHHbBIE CPAaBHEHHSI MTO3BOJISIET BBIACIUTh TOJBKO CBUHEH (715

KOTOPBIX XapakTepeH MUHUMaJbHbIN cpenauii AR 30.9°) u kpynHbIX anTHIION (Mean = 43.1°).

3.5.2 Otnen Tf cycraBos
t-tect CThIONCHTA JUTsI TTAPHBIX BBIOOPOK TMOKa3bIBaeT, uto cpeaarii LB aROM B cycraBax

KpaHUAJIBbHON MONOBUHBI oTAena Tf cycTaBOB cTaTUCTHUYECKH 3HAYMMO BhIie, yeM aROM B
KaynaiapbHOU monoBuHe (n=48, mean diff = 2,1°, t = 9,155, p < 0,001, 95% CI: ot 1.6° o 2.5°)
(Tabmua 18).

3.5.2.1 Amnaumyoa SB aROM
CpenHsig NOABM)KHOCTh B KpaHUAJIBHOH MosioBUHE oTaena Tf cycTaBoB y MapHOKOIBITHBIX

paznuuaercs Oosee yem B 1Ba pasa (Tabmuma 18). Hanbonpmas cpenHss MOABMKHOCTh OTMEYEHA
y ka0aHOB, THY, OereMoTOB, OM30HOB, 3yOpoB M OopomaBounuka (6,5-9,2°), HaumeHbIasT — y

Antilopinae u oBery (<5°).
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Tadoanua 16. Koadpurment koppensuuu [Tupcona (r) mexay ammumryaamu aROM B cycraBax
Pa3IMYHBIX OTAENOB (CTPOKM TaONUIBI) C YHCIOBHIMA W METPHYCCKUMHU XapPaKTCPHUCTHKAMH
MO3BOHOYHOTO cTOJI0A (CTONOLBI TA0IUIIBT). UeM BhIIIE MOJOKUTEIbHAS KOPPETALH, TEM TEMHEE
KOPUYHEBBIM LBET B siueiike, YeM BbIIIE BEJIMYMHA OTPULATEILHOW KOPPESALMH, TEM TEMHEE
CHUHMU IIBET B sUeiiKe. SUeiiku ¢ He3HAYMMBIMU KOPPEISILUIMHU OCTaBJICHBI OETIBIMU.

aROM Yucio
Yucno cycraBoB Jnuna IIpomnopruu ATHHEL <
II03BOHKOB 5
3]
~| ~ —~ 3]
A IR I B R
- - & = = & - 4 » & i = 4 T o2 | E = =
2 o + - + - <
= e i
SB cym -175 ,164 437 1132 -,207 ,006 045 | -200 ,008 -161 | -,045 ,018 -017 | ,156 -,035
Rf LB cym -157 ,058 1365 -,466 ,288 272 117 309 -015 224 1295 135 415 ,199
AR cym -239 ,187 172 ,391 -411 | -084 | -034 049 | -0s6 | -018 | -086 | -177 | -068 | -010 -,167 -183 | ,009 -,015
SB cpenn® 067 | -184 | -087 | -139 ,046 -141 143 041 1233 -134 121 ,103 176 118 -316 194 013 ,105
SB cym 060 | -108 | -033 274 | -296 | -020 ,183 ,061 ,251 -,022 258 -,069 ,203 ,153 -181 148 1192 137
LB cpenn -,187 ,205 099 | -112 | -013 | -193 099 | -012 | -148 | -078 | -086 ,253 -216 | ,020 -135
Tf
LB cym -118 ,096 244 122 141 044 228 319 -,169 1132 ,133 292 -,028 - 085
AR cpenn -,162 ,105 -057 | -109 | -066 | -084 | -047 | -012 | -147 | -045 | -100 ,007 -123 | -026 | -203
AR cym -149 | 078 -092 | 062 ,102 059 | -118 228
SB cym -,386 454 | -221 | -381 462 -336 | -470 | -268 | -393 | -323 | -414
CycraBbl
LB cym -176 ,202 -,196 ,281 -140 | -142 ,020 122 ,063 -,142 ,143
16-20
AR cym ,008 -,031 ,099 _ 272 ,353 ,308 ,297 ,256 484
SB RfL cpenn -400 | 425 | -225 | -079 470 | -145 | -467 | -220 | -473 | -155 | -394
SB L cpenn -338 ,330 -225 | -129 ,185 -162 | -411 | -216 | -426 | -179 | -402 | -,
SB RfL cym -413 - -246 - -405 - -108
S119 | -447 038 | -459 | -141 | -365 | - ,097
LB RfL cpenu 132 -,112 ,189 216 -,225 -,092 -,001 -,054 -,010 -,078 ,097 -,167 ,008 -,016 -,072 ,098 1295 -,113
LB L cpenn 179 | -216 232 054 | -150 | -184 | -013 | -130 | -028 | -174 ,054 -150 | -039 | -,050 -,200
RfL
LB RfL cym 029 228 | -086 -469 | -366 | -182 | -312 | -466 | -395 | -004 | -308 | -326 -,401
LB L cym -241 ,028 ,192 -162 | -,246 169 | -272 | -170 | -083 | -101 | -140 | -128 -,102
AR RfL cpemn ,148 -119 ,308 ,225 -,257 ,066 ,118 ,036 ,049 ,079 ,157 -,080 ,094 ,098 ,041
AR L cpenn 073 -,053 ,307 ,137 -,184 ,009 ,032 -009 | -,041 ,019 ,092 -123 ,004 ,021 ,001
AR RfL cym 114 ,021 211 -,046 ,078 -102 | -030 | -008 | -045 | -075 | -023 | -029 | -006 | -024 -,090
AR L cym -137 217 123 121 -057 | -008 | -033 095 | -108 | -004 ,056 -077 | -018 ,006 -,006
SB -.299 352 -170 | -.399 457 -.484 ! -414 ! -475 ! -.363 ‘ -.148
Lumbosa
LB 099 .065 292 | -.245 237 067 | -183 | -157 | -312 149 | -161 | -126 | -198 | -.182 .308
cral
AR 205 | -.004 462 | -.004 .009 271 .000 -043 | -.156 338 035 -075 | -018 | -.013 .389 .103 1139 -.021

a — cpenusist SB OblTa yuTeHa TONBKO Ul KPaHHATbHOI mooBuHe Tf 0T/Iena mO3BOHOYHMKA; IPYTHE COKPAIICHUS T€ kKe, 9To U B Tabnumax 3 u 4

Kpurepuii Kpackena — Yomnuca yka3plBaeT Ha CTaTUCTUUYECKU 3HAYMMBbIE pa3nuuusd B SB

aROM B pa3M4HBIX TPYIIIax NapHOKONBITHBIX B KpaHUAIbHOM nonoBuHe otaena Tf cycTaBos (x>

= 23,616, p = 0,003). Camble HU3KUE 3HAYCHHS CPETHUX PAHTOB XapaKTepHBI st Antilopinae u

Giraffidae (9,9 u 13,5; mean

4,6° m 4,9°, COOTBETCTBEHHO), a CaMmble BBICOKHE JIA

Hippopotamidae u Suina (38 u 39,43; mean = 6,2° u 6,7°, coorBeTcTBeHHO). [[0ABIKHOCTH B

KpaHHUaJIbHOH mojoBuHe oTnena T cycTaBoB MMeeT 3HaYMMYI0 OTPHIATENIbHYIO KOPPEISILHUIO (7 =
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Ta6auna 17. Koappumment koppensauu [Tupcona (r) mexny ammuryaamu aROM B pa3znuyHbIx

OT/IeJIaX TIO3BOHOYHOTO CT0JI0a. AOOpEeBHATYPHI U IIBETA TaKUeE K€ Kak B Tabmuie 16.
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-0,316, p = 0,035) ¢ naUHON 1IEM OTHOCHUTENIBHO JJIMHBI TYJIOBMIIHOM YacTH MMO3BOHOYHHKA
(Tabmuia 16) u cymmapsoii amrmutynoi SB aROM B nosicanunom otnene (= -0,309, p=0,031)
(Tabmuma 17).

Taoanua 18. Ammmuty el aROM B otnene Tf cycraBoB m03BoHOUHOTO cT0J10a

Tepemerras N Mun |Makc | Cpenn |SD (°) | K-S test CemelicTBO Bug
©) ©) ©) (p) Mun Maxkc Mun Makc
SBcpeqn® | 50 | 4,00 9,10 5,48 1,03 ,004 Antilopinae Suina S. tatarica S. scrofa
SB cym 50 | 42,5 79,1 56,47 9,54 ,200 Camelidae Bovini O. aries B. bonasus
LB cpenn 49 9,25 |[13,93 11,80 1,11 ,054 Hippopotamidae |Kpynn antuionst | C. liberiensis O. leucoryx
LB cpenu?® | 48 9,71 [1541 | 12,71 1,32 ,200 Hippopotamidae Antilopinae C. liberiensis |M. moschiferus
LB cpemn® | 48 8,03 [13,42 | 10,78 1,33 ,080 Hippopotamidae Bovini 0. moschatus | S. scrofa dom.
LB cym 49 | 76,0 |1455 | 116,93 |16,73 ,200 Hippopotamidae Bovini H. amphibius B. bonasus
AR cpenn 48 8,90 |[13,50 11,35 1,12 ,044 Hippopotamidae |Kpynn antuonst | C. liberiensis O. leucoryx
AR cpenu® | 48 8,98 [15,00 | 12,22 1,37 ,200 Hippopotamidae Antilopinae C. liberiensis |M. moschiferus
AR cpenn® | 48 7,70 13,00 | 10,37 1,28 ,200 Hippopotamidae Bovini 0. moschatus S. tatarica
AR cym 48 | 73,1 |140,2 | 111,58 |16,79 ,200 Hippopotamidae Bovini H. amphibius B. bonasus
a — B KpanuasubHO# nososune Tf orziena; by KaynansHoU mososune Tf ornena

Cymmapusiii SB aROM B otzene Tf cycTaBoB pa3nuyaercs y IapHOKOIBITHBIX ITOYTH B /1Ba
pa3a (Tabmuma 18). ANOVA yka3piBaeT Ha CTaTUCTHUYECKU 3HAUYMMBbIE Pa3NInyusi B CYMMapHOM
aROM B paznuunsix rpynmnax (F = 2,457, p = 0,025). OnHako B OMHOPOAHBIX TOIMHOKECTBAX (U
TOJIbKO 10 Duncan) Bo3Mo)kHO OTJIMUUTh ToTbko Camelidae u Antilopinae (¢ HAaMUMEHBIIMMH Mean

=47,9°) ot Bovini (c HaubGonpmmm mean = 65,5°).

3.5.2.2 Amnaumyoa LB aROM
Cymmapusiii LB aROM B otaene Tf cycTaBoB y mMapHOKOIBITHBIX pa3iIMyaeTcs B JIBa pasa,

a cpeqauii LB aROM pasznugaercst MeHee ueM B 1Ba pasa (Tabmuma 18). ANOVA yka3bIBaeT Ha
CTaTUCTUYECKH 3HAuMMble pasznuuuss B cymmapHoM LB aROM B pasnuusbIX rpynmax
napHokonbITHEIX (F = 8,385, p < 0,001). AmocrtepuopHble MHOXXECTBEHHBIC CpPaBHEHUS
MOKAa3bIBAIOT, YTO B MOJMHOXXECTBO C HU3KUM cymMapHbiM aROM mnomnaznator Hippopotamidae
(mean = 84.5°) ¢ BeicokuM cymmapabiM aROM kpymnabie anTrionsl, Giraffidae u Bovini (mean =
131,7°, 133,5° u 136,3°). Hanpotus, cpenanit LB aROM B otnene Tf cycraBoB pasznmudaercs
cratuctuieckn HezHaunmo (F = 2,088, p = 0,055). AnoctepruopHbie MHO)KECTBEHHBIE CpaBHEHUS
BBIJICJIAIOT TOJBKO MOAMHOXECTBO ¢ caMbiM Hu3kMM aROM, npezncrasiennoe Hippopotamidae
(mean = 9,7°) B.

3.5.2.3 Amnaumyoa AR aROM
Cymmapnsiii AR aROM B otaene Tf cycTaBoB y NapHOKONBITHBIX pa3jindyaeTcs B 1Ba pasa,

CpeIHMII HECKOJIBKO MEHbIIe ueM B JBa pasa (Tabmuma 18). Kak cpenuss (F = 2,510, p = 0,023),
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tak U cymmapHas (F = 6,682, p < 0,001) ammuutynst AR aROM pasnuuarorcsi CTaTUCTUYECKU
3HaYMMO B pa3IMYHBIX TPYIIax ITapHOKOMBITHEIX. [lo amocTepuoOpHBIM MHOMKECTBEHHBIM
cpaBHenusM (o Tukey's HSD m Duncan) k mogmMHOXecTBy ¢ HuU3KUM cpeagaumM AR aROM
otHocaTcs Hippopotamidae (mean = 9.0°). [ToqmHOXecTBO ¢ HU3KUM cyMMapHbIM aROM Taxke
BkitouaeT Hippopotamidae (mean = 78.4°), mMOAMHOXKECTBO € BBICOKOW cymMmapHoii aROM

BKJIIOYAET KPYMHbIX aHTwiIon U Bovini (mean = 127.0° u 131.5°).

3.5.3 aROM B nepexoanom otaete ot TT k RfL cycraBam
[lepexon mexnay Tf m RfL Tunom cycrtaBoB 3uranou3oB NPOUCXOIUT y HU3YyUEHHBIX

MAapHOKOMBITHBIX HauuHasi ¢ 16-ro cycraBa (T9-T10) u 3akanuuBas 20-m cycraBom (T13-T14)

(Tabmuna 2 B [punoxenuu 2).

3.5.3.1 Amnaumyoa SB aROM
Cymmapueiii SB aROM B nepexofHoil o6iacTh y HCCIIEAOBAaHHBIX MapHOKOMBITHBIX

pasnuyaercss B ABa ¢ monoBuHON pasa (Tabmuma 19). ANOVA yka3pBaeT Ha CTaTHCTUYECKH
3HaYMMBbIE pa3iauuus Mexay rpynnamu konbITHBIX (F = 3,139, p = 0,008). AnocrepuopHsie
MHOXKECTBEHHBIC cpaBHEHHMs Moka3biBatoT (1o Tukey's HSD u Duncan), 4To mMoIMHOXECTBO ¢
HauMeHbIIMM cyMmMapHbIM aROM Brutouaet Hippopotamidae u Giraffidae (mean = 26,2° u 26,6°,
cooTBeTcTBeHHO). [lomMHOkecTBO ¢ HanbonbmuM cymmapHbiM aROM Briouaer Cervidae u
Caprinae (mean = 36,3° u 37,8°, coorBerctBeHHO). ANOVA yKa3piBaeT Ha CTaTHCTHYECKHU
3HaUMMble pa3nuuyusi B cymMmmapHoM aROM y HapHOKOIBITHBIX, HCIOJB3YIOUIMX Pa3TUUYHYIO
dopmy Oera (F = 2,696, p = 0,035). AnmoctepropHble MHO)KECTBEHHBIE CPAaBHEHUS IMOKA3BIBAIOT
(mo Tukey's HSD um Duncan), uto mpspkkoBast ¢opma Oera (mean = 41,8°) oTHOcHTCS K

ITOIMHO>KECTBY € CaMbIM BBICOKMM cymMapHbIM aROM.

Taoauua 19. Ammmurynst aROM B nepexomnom ot TT k Rfl otene mozsonounoro crosba

Ilepemen
Hast N Mun Makce Cpenn SD K-S CeMelicTBO Bun
© @) ©) ©) test Mun Makc Mun Makc
®
SB cym 47 17,8 47,5 33,37 5,53 ,200 Hippopotamidae Caprinae C. liberiensis C. capreolus
LB cym 48 26,6 59,9 48,19 6,84 ,200 Hippopotamidae Bovini C. liberiensis B. gaurus
AR cym 48 10,6 46,4 28,62 9,13 ,200 Hippopotamidae Bovini S. scrofa dom. B. bonasus

SB aROM B nepexoJHOM OT/E€JIE UMEET 3HAYMMbIE OTPULIATENIbHbBIE KOPPESALUHN [TOYTH CO
BCEMH JIMTHEWHBIMU XapaKTEPUCTHKAMU M03BOHOUHUKA (7 oT -0,323 1m0 -0,47) (Tabn. 16), a Takxke
BBICOKHE TOJIOKUTENIbHBIE KOPPEIALMU cO cpeaAHuM U cymmapHbiM SB aROM B RfL cycraBax u

nosicanaHoM otene (7 ot 0,484 mo 0,708) (Tabmuua 17).
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3.5.3.2 Amnaumyoa LB aROM
Cymmapssii LB aROM B mepexogHoM oTaene paznuyaercs B aBa pasa (Tabmuma 19).

ANOVA yka3plBaeT Ha CTAaTUCTUYECKH 3HAYMMBIE pA3IUUUsi MEXIY Ppa3HbIMHU TIpylIamu
napHokonbeITHEIX (F = 7,583, p < 0,001). AmnocTepuopHble MHOXECTBEHHBIE CpPAaBHEHUS
MOKA3bIBAIOT, YTO TOAMHOKECTBO C CaMblM HH3KUM cymmapHbiM aROM  Bkirouaer
Hippopotamidae (mean = 33,6°), a ¢ caMbIM BBICOKMM KPYITHBIX aHTHJION ¥ Bovini (mean = 53,2°
u 55,9°, coorBercTBeHHO). [To popme 6era ANOVA Ttaxke ykasbiBaeT Ha 3HauuMble pazinuuus (F
=3,378,p=0,012). K moarpynne ¢ HaumenbinuM aROM oTHOcHTCs XoayiibHas popma Oera (mean

=44,1°), K TOAMHOXXECTBY C CAaMbIM BBICOKUM MOy TsKenas popma Oera (mean = 54,8°).

3.5.2.3 Amnaumyoa AR aROM
Cymmapnbiii AR aROM B nepexonHoM oTzene pa3iandaercs noutu B naTh pa3 (Tadbmuua 19).

ANOVA yka3pIBa€T Ha CTaTUCTHUYECKH 3HAYMMBIE Pa3iMyvsg MEXKAY Pa3IMYHBIMU TpyHIIaMu
napHokonbITHEIX (F = 8,007, p < 0,001). AnocrepuopHble MHOXXECTBEHHBIE CpPaBHEHHUS
MOKa3bIBAIOT, YTO K TMOJAMHOXECTBY C HauMeHbIIUM cymmapHsiM aROM  oTHoOcsTCS
Hippopotamidae u Suina (mean = 16,3° u 21,7°, COOTBETCTBEHHO), K MMOJAMHOXECTBY C CaMbIM
BeicOkUM aROM kpynHbie anTuionsl, Giraffidae u Bovini (mean = 35,6°, 38,53° u 42,34°,
cootBeTcTBeHHO). [0 hopme 6era ANOVA Takke ykasbiBaeT Ha 3HauuMble paznuuus (F = 5,323,
p = 0,001). K nogmuoxecTBy ¢ HaumenbmmM aROM oTHOcuTCs TapanHas ¢popma Oera (mean =
21,7°), k mogMHOXeCTBY ¢ cambiM BbICOKMM aROM mnonyTsikenast popma 6era (mean = 40,6°).
AR aROM B mnepexolHOM OTJEIe HMMEET BBICOKYIO OTPUIATEIBHYIO KOPPEIALMI0 C

cymmapsasiM SB aROM B otnene RfL cyctasos (7 = -0,510) (Tabmuma 17).

3.5.4 Otpnexn RfL cycraBos
Otnen RfL cycraBoB paccmarpuBaeTcsl 37€Ch KaK IOJHOCTBIO, TaK M Pa3ACNbHO JUIA

rpyaHbIX 1 moscHUYHBIX RfL cyctaBoB. [10sICHUYHO-KPECTIIOBEII CycTaB pacCMOTPEH OTAEIBHO.

t-tect CThIOZICHTA JIJIs1 TAPHBIX BRIOOPOK MOKa3bIBaeT, uTo cpennsisi SB aROM B otnene RfL
CyCTaBOB CTaTHCTHYECKH 3Ha4uMo TipeBbiiaecT SB aROM B otnene Tf cyctaBoB (n = 50, mean
diff =2,5° t=10,476, p < 0,001, 95% CI: ot 2,0° no 3,0°); LB u AR aROM, HanpoTtuB, B oT1E]E
RfL cycTaBOB cTarucTHYeCKu 3HAYMMO YCTyHaroT amruutyaam B otaene Tf cycrasos (LB: n =
48, mean diff = -2°, t =-8,518, p < 0,001, 95% CI: ot -2,5° no -1,5% AR: n = 48, mean diff = -
8,8% t=-36,719, p < 0,001, 95% CI: ot -9,3° o -8,4°).

t-rect CThIOZIGHTA JUISl TAPHBIX BBHIOOPOK MOKa3bIBaeT, yTo cpenHsas aROM B nmoscHUYHOM
OT/IeJIe HE3HAYUTENIbHO, HO CTATUCTUYECKH 3HaUUMO, nipeBbiiiaeT aROM B rpynnbix RfL cycraBax
kak B SB (n = 50, mean diff = 0,8°, t = 3,986, p < 0,001, 95% CI: ot 0,4° no 1,2°), Tak u B LB (n
=47, mean diff = 0,9°, t = 4,265, p < 0,001, 95% CI: ot 0,5° o 1,3°).
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3.5.4.1 Amnaumyoa SB aROM
Cpenu pa3nu4HBIX MapHOKOMBITHRIX cyMMapHbii SB aROM B otnene RfL cycraBoB u

MOSICHUYHOM OTJIeNie paznudaercs Oonee 4eM B JBa pasa, a cpeanuil SB aROM menee uem B 1Ba

pasa (Ta6m. 20, 21).

Ta6auna 20. Ammntyast aBROM B otaene RfL cycraBos, Bkimouas rpyausie RfL cycraBbr

Hepz:[eﬂﬂ N | Mun |Makc |Cpenn [SD (°) |K-S test CemeiicTBo Bun
© © © () Mun Makc Mun Makc
SB cpenn 48 | 596 10,71 | 8,01 1,18 ,026 Hippopotamidae Antilopinae 0. ammon C. falconeri
SB cpenn® |48 | 515 10,33 | 7,43 1,18 ,200 Hippopotamidae Caprinae C. bactrianus C. capreolus
SB cym 48 | 363 | 863 |6345 [13,58 ,200 Giraffidae Antilopinae B. bison C. capreolus
SB cym?® 48 59 39,6 [1549 | 8,33 ,049 Giraffidae Suina S. caffer S. scrofa
LB cpenn 46 | 7,75 13,93 | 9,80 1,35 ,200 Hippopotamidae | Kpymu autmions A. cervicapra C. gnou
LB cpemu® | 46 6,7 139 | 9,20 1,63 ,096 Camelidae Giraffidae O. aries S. caffer
LB cym 46 | 544 [1143 | 77,65 [13,55 ,090 Giraffidae Suina G. camelopardalis | S. scrofa dom.
LB cym? 46 6,9 52,3 19,42 [10,12 ,009 Camelidae Suina S. scrofa L. guanicoe
ARcpenrn | 46 | 0,79 6,74 | 2,55 1,25 ,022 Antilopinae Giraffidae P. gutturosa C. gnou
AR cym 46 6,3 495 1996 | 9,26 ,038 Antilopinae KpymH aHTHIONBI P. gutturosa T. pecari
a— B rpyassix RfL cycrasax.
Tadoauna 21. Ammutynsl aROM B MOsSCHUYHOM OT/iesie TTI03BOHOYHOTO CTOJI0A
Hepzl’\;{enﬂ N [Mun |Makc |Cpemu [SD (°) |K-S test CemeiicTBO Bun
©) © © (p) Mun Makc Mun Makc

SBcpenn | 48 1594 (11,02 | 8,22 1,36 ,192 Bovini Antilopinae T. pecari A. cervicapra

SB cym 48 |25,6 | 75,7 4791 |11,83 ,200 Hippopotamidae Antilopinae C. liberiensis L. guanicoe
LBcpenn |46 |7,72 |14,54 |10,10 | 1,48 ,200 Hippopotamidae | Kpynu antunonsr | A. cervicapra T. pecari

LB cym 46 |334 | 852 |58,35 |10,29 ,090 Hippopotamidae | Kpynu antunonsl | C. liberiensis C. gnou
ARcpenn | 46 |0,56 | 6,91 2,51 1,36 ,020 Hippopotamidae | Kpymu antunonsr | A. cervicapra C. gnou

ARcym |46 2,26 |41,46 [1454 | 7,75 ,200 Hippopotamidae | Kpynwu aatunonsr | H. amphibius C. gnou

ANOVA 1noka3bIBaer,

yTO cpeanue aMrumTyasl SB aROM B rpynmax mapHOKONBITHBIX

CTaTUCTUYECKH 3HAUMMO oOTiauvaroTcs kak mo cymmapHeiM (RfL: F = 6,606, p < 0,001;
nosicHuuHbIi otaen: F = 7,448, p < 0,001), Tak u o cpexaum 3HaueHusiMm aROM (RfL: F =
2,983, p =0,010; nosicauunsiii otaea: F =3,172, p=0,007).

Otnea RfL cycraBoB. AnoctepropHble MHOXecTBeHHbIe cpaBHeHUs (110 Tukey's HSD u
Duncan) moka3bpIBarOT, YTO K TIOJAMHOKECTBY KOMBITHBIX C CAaMbIMU HU3KHUMH CPEIHUMU
3HadeHussMH aROM otHocstes Hippopotamidae un Bovini (mean = 6,9° u 7,1°, cOOTBETCTBEHHO).
K nmoagmMHOeCTBY KOTIBITHBIX C CAMBIMH HU3KMMHU CYyMMAapHbIMU aMIuuTynamMu aROM oTHocsTCS

Giraffidae m Bovini (mean = 42,2° u 48,4°, coorBercTBeHHO). [lomcemeiictBo Antilopinae

88



OTHOCHUTCS K ITOJIMHOKECTBY C CaMbIM BBICOKMM CpeIHUM U cyMMapHbIM aROM (mean = 9.5° n
75.7°). ANOVA noka3biBaeT, yTo cpeaHuii u cymmapsbiii SB aROM cratuctuuecku 3HaunMo

OTJIMYAIOTCS Y TTAPHOKOMBITHBIX, UCTIONB3YIOMUX pa3iandablie popmer Oera (Cpennnii aROM: F =

3,180, p = 0,017; Cymmapubiii aROM: F = 4,583, p = 0,002). I[TotMHOXXE€CTBO C HaUMEHbILIEH

MOJIBMKHOCTBIO B CYCTaBax BKJIFOUAET BHJIbI, aJallTUPOBAHHBIC K MONYTSDKENONW Qopme Oera

(Cpennmit  aROM: 7,1° Cymmapssii  aROM: 50,0°). TlogmMHOXecTBO ¢ HauOoJbIIeH

IMOABMIXHOCTBIO B CyCTaBaX BKIIOYACT BHUABLI, aJallTUPOBAHHBLIC K Hpr)KKOBO-CKOpOCTHOﬁ u

npbikkoBOi (Cpexannii aROM: 8,6° u 9,8°; Cymmapnsiii aROM: 71,9° u 73,4°) popmam OGera.

IosicHnYHBIA oTAe]. ATIOCTEPUOpPHBIE MHOKECTBEHHBIE CPAaBHEHHS MOKA3bIBAIOT, YTO K
MIOJIMHOKECTBY KOTIBITHBIX C HAUMEHBIIMMH CpeHUMHU aMmIuuTynamMu aROM otHocsTest Bovini
(mean = 7,1°). K mogqMHOXeCTBY KONBITHBIX C CAMBIMH HU3KUMH CYMMapHBIMH aMILTHTYIaMH
aROM orHocsatcs Hippopotamidae u Giraffidae (mean = 30,5° u 34,6°, COOTBETCTBEHHO).
[ToncemeiicTBo Antilopinae OTHOCHUTCSI K TIOIMHOXECTBY C CaMbIM BBICOKMM CpPEIHUM U

cymmapasiM aROM (Cpennuii aROM: 10,2°, Cymmapusbiit aROM: 61,1°). Bmecre ¢ Antilopinae

K ITOJIMHOKECTBY C CaMbIM BBICOKMM cymmapHbiM aROM otHocsTes Caprinae u Camelidae (mean
= 54,8° u 60,3° coorBercTtBeHHO). ANOVA mnoka3sIiBaeT, 4To cpeqHuil u cymmapubsii SB aROM
CTATHCTUYCCKU 3HAYUMO OTJIUYAIOTCS Y MAPHOKOMBITHBIX, MCIONB3YIOMUX Pa3indHbie (HopMbI

oera (Cpennuii aROM: F = 2,500, p = 0,047; Cymmapnsiii aROM: F = 3,317, p = 0,014). Bunsi,

aJanTUPOBaHHBIE K TonyTspkenoil gopme Oera (Cpemnuii aROM: 7,1°, Cymmapubiii aROM:

40,2°), npuHaIIeKaT K MOAMHOXKECTBY ¢ HauMeHbielr aROM. K mogMHOkecTBY ¢ HanOOIbIINM
aROM otHOCSTCA BUJBI, aJalTUPOBAHHBIE K MPBIKKOBO-CKOPOCTHOW M MPbDKKOBOM (CpenHuii

aROM: 89° u 9,7° Cymmapsbeiii aROM: 56,5° u 58,4°) ¢opmam Oera. B KoHTEKCcTE cpembl

obutanuss (ANOVA: F = 4,314, p = 0,009), ropasle Buapl (mean = 56,1°) npuHamiexar
MTOJIMHOXKECTBY € 00Jiee BEICOKOW aMITIUTYyI0i cymmapHoro aROM.

Kak cpennsisa, tak u cymmapaas SB aROM umeer 3HaunMble OTPULIATENbHBIE KOPPEISLIMI
CO BCEMU NEPEMEHHBIMH, OTPAXKAIOIIMMHU JIMHENWHBIE pa3Mepbl TO3BOHOUHOTO cTon0a (IIupcon r
ot -0,317 o -0,625) (Tabnuma 16), a Taxxe orpuniatenbabie Koppeisinun ¢ AR aROM B otaene

RfL cycraBoB u nosicananom otaene (» ot -0,297 no -0,437, p ot 0,045 no 0,003) (Tabmuma 17).

3.5.4.2 Amnaumyoa LB aROM
Cymmapssii LB aROM kak B moscHuuHOM oTaene, Tak W B otraene RfL cycraBos

pa3inyaeTcs y MapHOKOIBITHEIX Ooliee yeM BIBoe, cpeannii LB aROM Menee yem B aBa pasa
(Tabmua 20, 21).

ANOVA 1noka3pIBaeT, 4TO CpeJHHE 3HAYEHUS B PA3IMYHBIX TPyNNax MAPHOKOIBITHBIX
pa3anyarTCs CTAaTUCTUYECKU 3HAYUMO TOJbKO 1o cymMapHbiM aROM (RfL: F = 3,430, p = 0,005;
Hosicauna: F = 5,324, p <0,001).
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Otnea RfL cyctaBoB. AnocTeprOpHbIE MHOXECTBEHHBIE CPAaBHEHMS IIOKA3bIBAIOT, UTO K
MIOZIMHOXKECTBY ¢ HauMeHbIUM cymMmMapHbIM LB aROM otHocsarcs Giraffidae (mean = 55,2°), k
MOIMHOKECTBY ¢ HanbonbmuM Suina (mean = 94,3°).

IHosicHMYHBIH oTAe]. ATIOCTEPUOPHBIE MHOKECTBEHHbIE CPAaBHEHHsI MOKa3bIBAIOT, YTO K
MOAMHOXECTBY C MUHMMaJIbHBIM cymMmMapHbIM LB aROM otnocstest Hippopotamidae u Giraffidae
(mean = 36.3° 1 43.6°, COOTBETCTBEHHO), K IOJMHOXECTBY C MAKCUMAJIbHBIM KPYITHbIE aHTHJIOMbI
(mean = 67.0°).

Cymmapusiii LB aROM B otnene RfL cycTaBoB MMeeT OTpUIATETBHYIO KOPPETSIIHIO C
JTUHEWHBIMU pa3Mepamu mo3BoHouHOTo ctonba (ITupcon 7 ot -0,308 mo -0,469) (Tabnuma 16).
3.5.4.3 Amnaumyoa AR aROM

Kak cpennss, tak u cymmapaas AR aROM B otnene RfL cycraBoB Huskas (Ta6muma 20,
21). ANOVA He mnoka3bIBaeT CTaTUCTUYECKU 3HAYMMBIX PAa3IUYuil B cpelHUX 3HaueHHsXx AR
aROM cpenu pasnuyHbBIX TPYII MAapHOKOMBITHBIX (KaK B CPEJHUX, TaK U B CyMMAapHBIX
ammuutygax AR aROM) Hu o ofHOM U3 rpynnupyOMUX IePEMEHHBIX.

Cpennuit AR aROM B otnene RfL cycTaBoB M MOSCHUYHOM OTIEJE MMEET 3HAYUMBbIC
OTpHLIATENbHbIE KOPPEISILIUU cO cpeHuMH U cymmapHbIMU SB aROM B otnene RfL cycraBoB u

nosiciuaHoM otaene (7 ot -0,297 no -0,437, p ot 0,047 no 0,003) (Tabmuua 17).

3.5.5 llosicHUYHO-KPeCTIOBBIN CyCTaB
t-tect CThIOAEHTA JUIsI TApHBIX BBIOOPOK TMoKasbiBaeT, uro SB aROM B mosicHu4HO-

KPECTIIOBOM CYyCTaBe€, pPACCUYUTAHHBIM TIO CHICNHAIM3UPOBaHHOW (opmyne, B CpeaHeM
HE3HAYUTEIbHO, HO CTaTUCTUYECKU 3HauuMo mpeBbimaeT SB aROM, paccuuTaHHblii 110
ctanaapTHoi ¢popmyrne (n =233, mean diff = 2,1°, t = 7,286, p < 0,001, 95% CI: 1,5°-2,7°). ¥ 157
ocobeii SB aROM, paccunTanHBIi 1O CHEIMATU3UPOBAHHON (opmyne, Oonbplie, YeMm
paccUMTaHHBIA MO CTaHmapTHOW dopmyne, a y 73 o0pas3ioB Menbine. Amiumutyasl aROM,
paccuuTaHHbIE MO pa3HBIM (OpMYIaM, CTATUCTUYECKH 3HAYUMO KOPPEITUPYIOT JIPYT C APYTrOoM
(ITupcon r = 0,373, p < 0,001).

brino nmpoananu3upoBaHo OTnenbHO JaBe MOABBIOOPKU: Lpost<Lpre (Puc. 11 6) u Lpost>Lpre
(Puc. 11 B). B mepBom cnyuyae yroi y, COOTBETCTBYIOUIMH ITyOuHE 3adaceTOYHOM SIMKH,
CpPaBHHUBAJICA C YIJIOM [/ B COOTBETCTBUU C PA3NUYAIOUIMMHUCS YJICHAMH B UCIOJIB30BAHHBIX IS
pacueta ¢dopmynax. Bo Bropom ciiydae yron y cpaBHHBAJICA C YIJIOBOM CyMMOH o+f B
COOTBETCTBHUH C OTIMYHUEM BTOPO (hOPMYIBI OT CTAaHAAPTHOM.

B monBei6opke Lpost<Lpre cpenHee 3HaUCHHE yIvia y B MOSICHUYHO-KPECTIIOBOM CYCTaBe
coctaBiser 6,7°. t-rect CThIOEHTA JUJIsl MAPHBIX BHIOOPOK MOKA3bIBAET, YTO YToJ y HEMHOTO, HO

CTaTMCTUYECKU 3HAYUMO MpeBbIImaeT yroua £ (n = 66, mean diff = 1,21°,t=2,261, p = 0,027, 95%
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CI: 0,1-2,3°). V 38 ocobeii yroxn y 6onblie, ueM yroi f, a y 28 ocoOeit OH MeHbIIIe. YTl ) U  He
MMEIOT CTaTUCTUYECKHU 3HAYMMOM KOppemsiuu Mexay codoit (Pearson »=-0,211, p = 0,089).

B noaseibopke Lpost>Lpre cpenHee 3HaueHUE ymia y B MOSCHUYHO-KPECTIIOBOM CyCTaBe
coctaBnset 11,4°. t-rect CTplofieHTa JIsl MTAPHBIX BHIOOPOK MOKA3bIBAET, YTO YTOJ Y 3HAYUTEIHHO
MPEBBIIACT CYMMY VYIJIOB o+f, MpUYeM pa3HHWIA MPUMEPHO B JABa paza Ooiblle, 4eM B
npenpiaymeM ciaydae (n = 157, mean diff = 2,8°, t = 8,744, p < 0,001, 95% CI: 2,2-3,4°). V 118
ocobeii yroa y Oonbline, 4yeM cymMma yrmioB otf, a 'y 39 ocobeil oH MeHbIne. Yribl y U atf
CTaTUCTUYECKHU 3HAYMMO KOppenupyroT Mex 1y codoit (ITupcon » = 0,325, p < 0,001).

Otnuume yrina y ot S (B moaBeiOopke Lpost<Lpre) 1 OT at+f (B momBeiOOpKe Lpost>Lpre) B
Pa3IUYHBIX TAKCOHOMHUYECKHX TPYIIAX IApHOKOIBITHBIX IT0Ka3ajlo, YTO CTOIIOPHAS sSMKa
OKasplBaeT CyllecTBeHHOe BiausHUE Ha ammutyny SB aROM (Puc. 19). 3adacerounoe
MPOCTPAHCTBO CyllecTBeHHO yBennuuBaeT aROM y mpeacraButeneii Tragulidae, menkmx
antwion, Tayassuidae m Moschidae (yBenmuueHwe B cpemHem cocrtapusier ot 5,0° mo 7,89).
Hamporus, y Camelidae, Giraffidae, Suidaec u Bovini ammmrynet SB aROM coxkpariarorcs

(ymeHnbiieHue B cpeaHem coctanisiet ot 0,7° no 1,4°).
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Puc. 19. Paznuna mexnay ammutygamu SB aROM noacuuTaHHbIMU 1O CTaHAAPTHON dopmyrie
st RfL cycraBoB 1 mo Qopmyne Juisi CyCTaBOB ¢ OTpaHUYUTENEM JIOPCajJIbHOM SKCTEH3UU B
pa3IMYHBIX Tpynmnax mapHokombITHEIX. U3 Belyaev et al., 2022a ¢ usmeneHusMu.

3.5.5.1 Amnaumyoa SB aROM
[ToABM>KHOCTE B TOSICHUYHO-KPECTIIOBOM CYCTaBE XapaKTEPH3YyeTCsS y MapHOKOIBITHBIX

pa3sBUTHEM JIOPCAIbHOM TUIEPIKCTEH3HMH. {-TecT CThIOIEHTA A7l MAPHBIX BHIOOPOK MOKA3bIBAET,

yTo SB aROM B NOSICHUYHO-KPECTILIOBOM CyCTaBe B CpelHEM Ha 6° BBIIIE, YEM MOJBUKHOCTH B
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OOBIYHBIX MOSICHUYHBIX cycTaBax (n = 50, mean diff = 6,0°, t = 11,150, p < 0,001, 95% CI: 5,0-
7,1°) (Puc. 20).

30°
20°
10°
0 2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17 18 19 20 21 22 23 24 LS
L ~~ S AN Y J N v J
Rf Tf RfL
PaccuuTanHbiin SB aROM i SB atROM B cycTaBax . sB E‘EROM B cycTasax
(pa3max ot MMH k MAKC) ippopotamus paccyUTaHHble ippopotamus paccHMTaHHbIE

no cTaHgapTHoii hopmyne no copmyrne co CTONopom

Puc. 20. UsmenunBocts SB aROM (aunana3oH or MakcuMyMa 0 MUHUMYMa) B IPEIKPECTLOBBIX
ME)KIO3BOHKOBBIX CYCTaBax Yy MapHOKOMBITHBIX. Ochb alcuucc rpaaydpoBaHa IO HOMeEpam
cycraBoB. Rf — pammaneubie ¢acetkn; Tf — TanrennumanpHble ¢acetku; RfLL — pagmanbHbIe
dacetku ¢ 3aMKkoM. AMIUIATYI5I aROM B TOSICHUYHO-KPECTIIOBOM CyCTaBe OBLITN pacCUYUTAHBI 11O
CrienMan3upoBaHHbIM GopmynaM. YepHsie nuHUM npeactasisior SB aROM B Tf cycraBax
OeremoTa, pacCUMTaHHBIE O CIIEHUATU3UPOBAHHBIM (HhOpMYJIaM; cepble JTMHUH MpeCTaBIsoT SB
aROM B Tf cycraBax Oeremora, paccuuTaHHble 10 cTaHgapTHOH dopmyne st Tf cycraBos. U3
Belyaev et al., 2022a ¢ u3MeHEHUSIMH.

Awmmutyna SB aROM B nOsICHUUHO-KPECTIIOBOM CYCTaBe pa3indaeTcs y MapHOKOIBITHBIX
noutu B cemb pa3 (Tabmuua 22, Tabnauua 4 B [Ipunoxenuu 2). BapuadensHocts SB B moscHu4HO-
KPECTIIOBOM CYCTaBe BBIIIE, YeM B MIeHHBIX cycTaBax (SD: 4,34° mpotus 2,95°). MunumansHas
ammuTyga SB B MOSCHUYHO-KPECTIIOBOM CycTaBe Oblla OTMeueHa y skupada, okamu, Jocs,
KHCTEYXOl CBUHBH, OBIICObIKa U Oeremorta (4,5-7,9°), a MakcuMaibHas y JDKeHpaHa, COMaTHIUCKON
rasenu, roxyooro aykepa, opubu, apxapa u auk-auka (23,1-31,2°) (Puc. 21 a).

Kpurepuii Kpackena — VYonnuca ykas3plBaeT Ha CTaTHCTHUECKH 3HaYMMble paszianuus SB
aROM B N0OSICHUYHO-KPECTIIOBOM CYCTaBE€ B Pa3IMUHBIX TPYIIax MAPHOKONBITHBIX (n = 232, y° =
91,933, p<0,001). Hanmenpmmii cpeHUN paHT MOABIKHOCTH XapakTepeH it Giraffidae, Bovini
u Hippopotamidae (9,83-41,60; mean: 7,4-11,0°), HanGonbLMii cpeHUM paHT XapaKTepeH Uis
Mmenkux anTwion u Moschidae (178,66-199,36; mean = 20,2-20,3°) (Puc. 21 6). OTHOCHTENHHO
dopmer Oera (n = 219, x° = 82.770, p < 0,001), cambIii HU3KUH CpeNHUI paHT XapaKTEPeH s

BHJIOB, JIalITUPOBAHHBIX K XOIYJALHON U MOy TsDKenoi ¢opmam Oera (38,23-49,89; mean = 11,0-
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11,2°), a camblii BBICOKMI CpPEIHHMI paHI OTMEYEH Yy BHUJOB, aAAlTHPOBAHHBIX K IPBDKKOBOM U
MPBIKKOBO-CKOpOCTHOM (hopmam Oera (129,02-148,06; mean = 16,9-18,6°). OTHOCHTEITHHO CpeIbI
oburanus (n = 219, y~ = 82,770, p < 0,001), caMbIii BBICOKHI CPETHUN PAHT OTMEYEH y TOPHBIX

Bu10B (134,47; mean = 17,1°).

Ta6auna 22. aROMs B MOsSICHUYHO-KPECTIIOBOM CyCTaBe

I K-S test CemelicTBO Bug
epemMenHasdt N Mun | Makc |Cpenu | SD
(p) Mun Maxkc Mun Maxkc
SB 233 453 31,19 [15,68 |4,34 ,037 Giraffidae Antilopinae G. camelopardalis | M. saltiana
LB 232 7,32 |17,96 [10,54 [1,44 | ,000 Hippopotamidae Suina R. tarandus P. tajacu
AR 231 0 8,49 2,14 |12 ,000 Antilopinae Giraffidae Heckoibko P. tajacu
LS /Lumb? 50 110 | 315 229 |52 ,200 Camelidae Hippopotamidae A. alces S. scrofa

2 — SB aROM B mosicHHIHOKpPECTIIOBOM cycTaBe/cymmapias SB aROM B mosicHUYHOM 0Tjielte, BKII0UAs! OSICHUIHOKPECTIOBBIH CyCTaB

SB aROM B NOSCHUYHO-KPECTILIOBOM CYCTaBE HMEET IOJIOKUTEJIbHBIE KOPPENALUU C
KoJIn4ecTBOM nosicHuuHbIX (Pearson 7 =0,352) u RfL cyctaBos (= 0,457) (Tabnuma 16), a Takxke
¢ SB aROM (cpenneit u cymmaphoii) B oraene RfL cycraBoB u moscanynom otnene (» = 0,467-
0,617) (Tabmuma 17). IlogBM)XKHOCTH B TMOSICHUYHO-KPECTLIOBOM CYCTaBe TaKKe HMEET
OTpHULaTeIbHbIE KOPPETSAIUH C JIMHEHHBIMU pa3MepaMy MO3BOHOUHOTro ctoiba (7 ot -0,363 1o -
0,675) u maccoii Tena (r = -0,531) (Tabmn. 16).

B noaBbI60pKe MapHOKOMBITHRIX cpeiHero pa3Mepa (Macca mexay 34,5-139 kr), ANOVA
YKa3bIBAa€T Ha 3HAYMTENbHBIE pa3nuuus B ammuTyrax SB aROM B NosSCHUYHO-KpECTLIOBOM
cycrase B 3aBucuMOCTH OT popmel Oera (F = 8,778, p < 0,001). [TommMHOXKECTBO € HOJIee HUZKUM
SB aROM BkitoyaeT Bubl, aJaliTUPOBAHHBIE K CKOPOCTHOI U TapaHHOU gopmam Oera (mean =
13,5-13,9°), a mox MHOXKecTBO ¢ Oonee BeicokuM SB aROM BKITtOuaeT BB, a1alTHPOBAHHBIC K
IPBDKKOBOI M PBIKKOBO-CKOPOCTHOM popmam Gera (mean = 16,9-17,3°) (Puc. 22 B). Koppemnsius
Mexay amruutyaoi SB aROM B MOsICHUYHO-KPECTIIOBOM CyCTaBe U MacCOM Tella B IOIBBIOOpKE
MapHOKOIIBITHBIX CPEIHEro pa3Mepa He sBisieTcs cratuctuyecku 3Hauumoi (Ilupcon r = -0,140,
p=0,170).

Crenennas perpeccust Mmexxay SB aROM (°) B MOsSICHUYHO-KPECTIIOBOM CYCTaBe M MacCOu
Tena (Kr), TOCTpOeHHast sl Bcell BiOopku (SB aROM = 28,913*m™!%%) nemoncrpupyer
CTaTUCTHUECKH 3HaunMoe 3HadeHne R? = 0,367 (F=133,158, p < 0,001) (Puc. 22 6). Perpeccun
HOCTPOEHHBIE JIJIs1 TOJIBBIOOPOK KOMBITHBIX, JUISl KOTOPBIX XapaKTepHbl pa3iudHble (GopMbl Oera
OKa3aJIUCh CTAaTUCTUYECKU HE 3HAUUMBIMU I CKOPOCTHOM, IIPBIKKOBOHM, IONYTSDKEION U
tapanHoii ¢opm Gera (R? = 0,000-0,049, p = 0,312-0,903). TonbKko y HPHIKKOBO-CKOPOCTHOM 1

XOMyNbHOI (hopM Gera perpeccus okasanach cTaTucTHueckn 3HaunMoit (R? = 0,203 u 0,273, p <
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0,001 1 0,013, cooTBETCTBEHHO), HO OIS O0BICHEHHON TUCTIEPCUU B ITHX MOJIBEIOOPKAX 3aMETHO
HUKE, 9eM B O0IIEH COBOKYITHOCTH. B TIOBBIOOpKE IMTAPHOKOIBITHBIX cpetHero pazmepa (34,5-139

KT') perpeccus He SBIsSeTCsa cTaTucTuuecku 3Haunmoii (R? = 0,031, F = 2,992, p = 0,087).
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Puc. 21. (a) [TapHOKOTIBITHBIE C CaMBIM BBICOKUM M cambiM HH3KUM SB aROM B mosicHUYHO-
KpecTioBoM cyctase. Ha quarpamme mokasanbl BOCEMb MaKCUMAIbHBIX U BOCEMb MUHUMAaIbHBIX
3HAYCHHH CpeIH UCClIeIOBaHHBIX 0cobeit. (0) PasHooOpaszue SB aROM B MosICHUYHO-KPECTIIOBOM
CyCTaBe y pa3IUYHBIX TPy MapHOKOMBITHRIX. M3 Belyaev et al., 2022a ¢ u3MeHEHHSIMH.

3.5.5.2 Amnaumyoa LB aROM
Kpurepwnii BuikokcoHa ais cBS3aHHBIX BEIOOPOK MOKa3bIBaeT, uto LB aROM B nosicHu4HO-

KPECTIIOBOM CyCTaBe cTaTucTuyecku He oTnyaeTcs oT LB aROM B mosicHuuHBIX cycTaBax (n =
48, p = 0,080). Kpurepuii Kpackena — VYomnuca yka3plBaeT Ha CTaTUCTHYECKU 3HAYUMBIC

pasznuuus B cpenHux 3HaueHUsX LB aROM B NosSCHUYHO-KpECTLIOBOM CyCTaBE€ B pa3iIM4YHBIX
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rpynmnax NapHOKOMBITHBIX (n = 230, x> = 85,302, p < 0,001). CaMblii Hu3KHMI CpemHHMI paHT
xapakreper s Hippopotamidae u Bovini (27,60-58,54; mean = 9,1-9,6°), caMblii BBICOKHIA
cpennumii panr otmedeH y Tragulidae, Antilocapridae, Suidae, Camelidae u Tayassuidae (160-221;
mean = 11,1-13,8°). OtaocurensHO popmbl Gera (n =217, y* = 49,837, p < 0,001), camplii HU3KUI
CpeIHUI paHT XapaKTepeH s MOMyTshKenoi opMmel Oera (59,63; mean = 9,6°), a caMblii BBICOKUI

CpeIHUull paHT OTMeUeH Ui TapaHHoU (opmsl (185; mean = 12,6°).
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Puc. 22. (a) Macca Tena (B Kr) M3y4EHHBIX MAPHOKOMBITHBIX: MOJBBHIOOPKA MAaPHOKOMBITHBIX
CpeaHero pa3mepa (KOpHUYHEBBIN MPsIMOYTONbHHEK). (0) CTenenHas perpeccus mexay SB aROM u
Mmaccoii Ttena. (B) M3menunBocts SB aROM B MOSICHUYHO-KPECTIIOBOM CYCTaBe B MOABBIOOpKE
MApHOKOIBITHBIX cpeaHero pasmepa (34,5-139 kr), ucnons3yromux paznudnabie Gpopmer Oera. (T)
Otkionenus ammiutyg SB aROM B MOSCHUYHO-KPECTIIOBOM CyCTaBE€ y MNapHOKOMBITHBIX,
UCTIONB3YIOIINX pa3NudHble (GOpMBI Oera, OT AITIOMETPUYECKON JTMHUHM Perpeccuu, moKa3aHHOU
Ha (0). 13 Belyaev et al., 2022a ¢ u3MCHCHHSIMH.
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3.5.5.3 Amnaumyoa AR aROM

Kputepuii Bunkokcona /17151 cBA3aHHBIX BEIOOPOK MOKa3bIBaeT, 4To AR aROM B nosicHu4YHO-
KpPECTIIOBOM CyCTaBe He oTinyaercsi cratuctudecku oT AR aROM B mOsSICHUYHBIX CycTaBax TOTO
e xuBoTHOTO (n =48, p = 0,388). Kpurepuii Kpackena — Yosiuca yka3slBaeT Ha CTaTUCTUYECKH
3HaYuMble pasinuus B cpeqHeM AR aROM B NOSICHUYHO-KPECTLIOBOM CYCTaBE€ B pa3iIMYHBIX
rpynnax NapHOKOmbITHBIX (n = 230, x> = 53,020, p < 0,001). CaMblii Hu3KHMI cpeqHUil paHT
XapaKTepeH A1 KpynmHbIX anTwiion, Bovini, Hippopotamidae u Cervidae (79,15-93,5; mean = 1,6-
1,8°), camblii BbicOKM cpeaHuil paHr xapaktepeH mius Tragulidae, Camelidae, Giraffidae u
Tayassuidae (162,1-212; mean = 2,7-4,6°). OtHocutensHo Gopmel 6era (n =217, x> = 24,269, p <
0,001), camplif HU3KHI1 CPETHUI paHT OTMEUEH Y MpeACTaBUTENEH Moy TshKeaon popmbl Oera (79;
mean = 1,7°), a camblii BBICOKMI i TipeacTtaBuTeneil tapannou (123,86; mean = 2,8°) u
xonynpHOM (150,26; mean = 2,8°) popm Oera.

3.5.6 CarurrajabHas noasu:kHocTh B Tf cycraBax Oeremora
Kak 6bu10 0TMEUEHO B METOMKE, B KaxkIoM U3 JeBsitu Tf cycraBoB y Oeremora (ZIN 24305

u ZIN 24577) npe3uranopusbl UMEIOT IITyOOKyI0 3a(aceTOyHyI0 SIMKY C OTUETIMBOM 3aaHEH
CTCHKOM, BBIIOJHAIOLIEH pOJIb OTPaHUYUTENS MPOTUB TUIEPIKCTEH3UU U MOCT3Uranodusa
npenpiaymero mo3ponka (Puc. 12). 91o mo3onmio paccuurare SB aROM s 3TUX CycTaBoB,
UCTIONIB3YSI KaK CTaHJIapTHYIO (GOpMYITy, TaK U CIELUATU3UPOBAHHYIO (OPMYITy, TIOTOOHYIO TOM,
4yTO ObLIa pazpaboTaHa JIsl MOSCHUYHO-KpEeCTIOBOTO cycrasa (Paznen 2.3.3).

Cpennee 3Hauenne SB aROM B Tf cycraBax rummomorama MpH HCHOJIb30BaHUMU
CTaHAapTHON (HOpMYIBI cOCTaBisIeT 5,8°, a MpU UCMOIB30BAaHUH CHEIIMATU3UPOBAHHON (HOPMYIIBI
7,5°. t-rect CTblOiIeHTa JUIsl MApHBIX BBIOOPOK MOKA3bIBACT, YTO STH 3HAYEHUS OTIUYAIOTCS
cTarucTudecku 3HauuMo (n = 16, mean diff = 1,6°, t = 3,828, p = 0,002, 95% CI: 0,7-2,6°; Puc.
20).

3.5.7 lHonBuxkHOCTHL NMO3BOHOYHMKA Y Tragulidae
B otnenax Rf u Tf cycraBoB He 00Hapy)eHO KaKUX-JINOO MpUMeyaTeIbHbIX 0COOEHHOCTEN

paccuntanHbix aROM y Tragulidae. Oanaxo, Tragulidae cuiabHO BBIAENSAIOTCS OTHOCHUTEIHHO
JPYTUX MAapHOKOIIBITHBIX 1O MOABMKHOCTU B nepexoHoM otaene (16-20ii cycTtaBsl) U B oTaeNe
RfL cycraBoB. Cymmapnas SB aROM B nepexonHoM JI0Kyce mo3BoHouHOro cronda y Tragulidae
camasi BbICOKasi CpeJIi BCEX U3yUEHHBIX BUJIOB (mean =47,3°). Ota amrurya noyt Ha 10° BbIe
COOTBETCTBYIOIIIETO MaKCUMyMa cpeiau Apyrux mnapHokonmbITHBIX (Caprinae mean = 37,8°).
CymmMmapsnsiii LB aROM B nepexonnom otaene y Tragulidae (mean = 55,8°) Haxoqurcs Ha ypoBHE
MaKCUMyMa y JIpyr'HX HapHOKOMBITHBIX (53,2-55,9° y kpynHbIX aHTWiI0I ¥ Bovini).

Cymmapssie u cpeaaue ammatyasl SB u LB aROM B otnene RfL cycTaBoB u mosicHUYHOM

OTACJIC TTO3BOHOYHUKA ABJISIFOTCA CaMBbIMU BBICOKUMH CPEAU IMAPHOKOIIBITHBIX. CYMMapHLIﬁ SB
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aROM B otnene RfL cycraBoB y Tragulidae (mean = 94,4°) mpeBbllaeT COOTBETCTBYIOIIEE
3HadeHue y Antilopinae Ha ~19° u Caprinae Ha ~24°. Cymmapnsiii LB aROM B otaene RfL
cycraBoB y Tragulidae (mean = 103,0°) mpeBbIlIaeT COOTBETCTBYIOIIEE 3HaUeHKE Y Suina Ha ~9°
U y KpynHbIX aHTwion Ha ~22°. Cymmapheiii SB aROM B nosicanuHoM otaene (mean = 70,7°)
npeBbIlIaeT 3To 3HaueHue y Antilopinae na ~9,5° u'y Camelidae na ~10,5°; cymmapnsiii LB aROM
B MOSICHUYHOM oOsactu (mean = 75,7°) npeBplllIaeT 3TO 3HAYEHHUE Y KPYIHBIX aHTUJION Ha ~ §,5°
n y Camelidae Ha ~ 12°.

[Tomumo 3TOr0, MOpP(OIOrHsl OCTUCTHIX OTPOCTKOB B MOsicHMYHOM otaeine y Tragulidae
3aMETHO OTJIMYAETCS OT JPYTrUX HApHOKOMBITHBIX. Y HHX HET BBIPAXKCHHOTO PACHIMPEHHS
OTPOCTKOB B KPaHHO-KAaylaJdbHOM HAIPABICHHUH, U BU3YyaJIbHO MX OCTHCTBIE OTPOCTKH OOJIbIIEe
IIOXOXH HA TaKOBBIE Y XMUIIHUKOB. DTO MOXET ObITh CBA3aHO C HEOOJBIIUM Pa3MEPOM U BECOM
OJICHBKOB, KOTOpbIE HE TPeOYIOT Pa3BUTHUS MACCUBHOIO CBS30YHOTO ammapara Ui YKperieHUs

IIO3BOHOYHOI'O CTOJI0A H, B 4aCTHOCTH, ITIOACHUYHOT'O OTACIA.

3.6 HyBCcTBUTEIBLHOCTH GOPMYJ K TPABMAM M IATOJIOTHUAM
Cpenu n3y4eHHBIX 0c00eii 0c000e BHUMaHUE MPUBJICKACT YK3eMIULIp TyaHako (ZMMU S-

113400), nmiast KOTOPOro XapakTepHbl MOCIEICTBUS CEPhE3HOM MPHKU3HEHHOHM TpaBMbl B
MEXKI103BOHKOBOM cycTaBe C5-C6 (cMm. Puc. 17 m). TpaBma nipeficTaBiieHa KpyIHbIM pa3pacTaHueM
KOCTHOM TKAaHM Ha BEHTPAJbHOM CTOpOHE Ten Mmo3BOoHKOB C5 m C6. Paspactanue CHIBHO
OrpaHMYMBaja MOJBMKHOCTh B CyCTaBe, HO HE JMIIalia €ro MOABMKHOCTH MONHOCThIO. Kaxk
pEe3yNIbTaT 3TO NOBPEXKICHHUE MOBIMAIO Ha pa3Mmep (acerok 3uranopuzon. Ammiutyaa SB u LB B
cycraBe C5-C6 storo sx3emiuisipa ryaHako (SB = 12,5°; LB = 22,5°) 3HauuTeNnbHO HIXKE, YeM
MOJIBIDKHOCTH B 3TOM cycTtaBe (C5-C6) y Bcex apyrux uccienoBanHbix Camelidae (n = 5: SB =
20,8-32,4°% LB = 34,5-41,6°).

OTOT mpUMEp NOKa3bIBAET, YTO Yy B3POCIBIX JKUBOTHBIX C MATOJOTMSMHM B CyCTaBax
MO3BOHOYHOTO CTOJI0A STH TMATOJIOTMH MOTYT OTPaXaThCsl Ha pa3Mepe M TeoMeTpuu (haceTok
surano¢un3oB. Kak mokasaHo BbIlIe, BIUSHUE 3TUX MOBpexkaeHNnH Ha aROM MOKeT OBITh OIIEHEHO

C ITIOMOIIIBIO MEXaHUCTHYSCKOU MOJICIIN, HCHOHBSyeMOﬁ B OTOM HUCCJICOOBaHUU.

3.7 PyHKUMOHAJIbHBIM AHAJIU3 HICHHOI0 0TAeJIAa Y NAPHOKONBITHBIX
[eitapIi oTAEH SBISIETCS HAMOOIee MOOMITFHOM YaCThIO MO3BOHOYHHKA C TOUKH 3peHust SB

u LB aROM (Puc. 16 a, 6, Puc. 20). Cpegaue ammmuryast SB (15,3°) u LB (25,0°) B Rf cycraBax
3HAYUTENBHO TpeBbImarT cpeanue ammutyasl SB m LB B Tf (SB: 5,5° LB: 11,8°) u RfL
cycraBax (SB: 8,0° LB: 9,8°). OT0 HEyIuBUTENbHO, OCKOIBKY II€sI Y TAPHOKOIBITHBIX SIBISETCSA
OCHOBHBIM MAaHHITYJIATOPOM JUISI B3aUMOACHCTBHSI CO CPEOH OOUTaHUS.

OTtHOocuTeNbHAS AJUHA IIEHHOTO OT/eNa pa3uvaeTcs y NapHOKOIBITHBIX MOYTH B IIECTh

pa3 (potorpaduu no3BoHouHMKOB TpHBeneHbl B Belyaev et al., 2021B). B cpenneM ux mieiHsblii
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OTAENl 4YyTh KOpOYE TIOJOBHMHBI JJIMHBI TYJIOBULIHOW dYacTH 103BOHO4YHMKA (44,8% B
uccienoBaHHol BeiOopke). Camble kopoTkue meu (MeHee 30%) oTMedeHbl y CBUHEH, OJIEHBKOB U
O6ereMoTOB. Y BEepOIIONOB M OKaly JIJTMHA IMIEWHOTO OTAeNa npeBbimaet 60%, y Jam cocTaBisieT
2/3 - 3/4, a'y xupadoB MpeBbIIacT JUIMHY TYJIOBUIIHON YacTu Mo3BoHOUHUKa (Puc. 16).
Haunbonee moABMKHBIM CyCTaBOM IIEHHOTO OTAENa y MIICKOIUTAIOMINX SIBISETCS CyCTaB
Mexay arnantoM u snuctpodeem (Wilke et al.,, 1997a, 2011), koTopeIif B OTIMYKE OT BCEX
OCTAJIbHBIX MEXII0O3BOHOYHBIX CYCTaBOB MJICKOIIUTAIOIIUX SBISAETCS cHHOBHAIbHBIM (Tabm. 23).
AR aROM B cycTaBe Mexy amIaHTOM U snucTpodeeM npesbiaer cymmapHbsiii AR aROM Bo
BCEX OCTAJIbHBIX CycTaBax HieiHoro ornena. SB aROM BappupyeT oT cpeaHero ajs MIEHHBIX
cycraBoB (y Jjomajzeil u cBUHEW) 10 odeHb Bbicokoro (y osemn) (Tabmuua 23). LB aROM

npesbiaet cpeauuii LB aROM B mieitHOM oTJiesie TOJIBKO y OBEIL.

Ta6auna 23. CpaBuenue amruuty/ in Vitro aBROM B cycraBe MEX 1y amIaHTOM U 3MUCTpodeeM
(C1-C2) u npyrux cycraBax (Rf Tun) B meliHOM oT/ele Y MIICKOTIMTAIOIIMX

SB aROM (°) LB aROM (°) AR aROM (°)
Rf Rf Rf
Bun Cl- C1l- Cl-
CYCTaBbI CYCTaBbI CYCTaBbI
C2 C2 C2
(cpemusis) (cpemusis) (cpenusist)
Homo sapiens 2 23,8 11,98 8,3 10,54 75,9 11,92
Equus ferus caballus ¢ | 16,2 | 27,72 39 31,87 | 107,5 1,68
Ovis aries ® 50,3 1453 | 345 | 24,02 98,0 10,88
Sus scrofa " 15,1 12,18 9,0 14,1 58,2 4,03
a—Wenetal., 1993; 6 — Clayton & Townsend, 19896; B — Wilke et al., 1997a; r —
Wilke et al., 2011.

Paguansubiii (Rf) Tun cycraBoB 3uranousoB xapakTepeH s TUMMYHBIX IIEHHBIX

cycraBoB (C2-T1) y mapuokomeiTHEIX (Virchow, 1907; Slijper, 1946). Iloutm y Bcex
MAPHOKOIBITHBIX TIEPEX0J] OT PaJHaIbHOTO K TaHTCHIIMAJILHOMY THIY (PaceToK MPOUCXOIUT Ha
nepBoM TpyaHoM mo3BoHke (T1). Mckimrouenne cocTaBisioT xupadsl (HO HE OKaru), IeKapu U
OJTUH U3 IByX U3yUEHHBIX KapIIMKOBBIX OETEMOTOB. Y 3THX KONBITHBIX cycTaB T1-T2 umeet Rf tun
suranodusos, mepexoy ot Rf k Tf Ty cycTaBoB MPOUCXOMUT y HUX Ha BTOPOM TPYITHOM TTO3BOHKE
(T2), Takum 006pa3oM y HUX UMEETCS JIOTIOTHUTEIbHBIN CYyCTaB MIEHHOTO THUIIA.

B Rf cycraBax mieiiHOro otnena MOABMKHOCTh Yy TMAPHOKOMBITHBIX pacmlpeseseHa
HepaBHoMepHo (Puc. 15 a, 6). bonee Bricokue ammuutynsl SB u LB aROM nabmionarotes B

KayJaJbHBIX eHHbIX cycTtaBax (C4-C5, C5-C6 u C6-C7). B 6onee kpannaipHbIX cycraBax (C2-
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C3 u C3-C4) u B cycraBe mexay mieeid u tynoBuieM (C7-T1) ammutynst aROM B cpeqHem Ha
2,5-3,5° umxe.

SB 1 LB aROM wumeroT MakcumManbHyH0 BapraOeIbHOCTh UMEHHO B CyCTaBax IIEHHOTO
otaena nmo3BoHouHuKka. Amrmuntyaa SB B Rf cycraBax umeer SD = 2,9°, LB SD = 4,9°. Bo Bcex
OCTaJIbHBIX OTJIeNIaX MO3BOHOYHMKA SD cTporo Hike 2°.

CymmapHass TOABIKHOCTH B oTAene Rf cycraBoB y pasiuyHbIX MapHOKOIBITHBIX
pasznuyaetcs B SB aROM 6Gonee uem BaBoe, a B LB aROM noutu Brpoe. [Ipu 3T0M, MOABHKHOCTH
B IICHHOM OTJI€JI€ UMEET OYEHb BBICOKYIO MOJIOKHUTEIbHYIO KOPPEISLUI0 C YIUIMHEHHOCTBIO
LIEHHOT0 OT/AENIa OTHOCUTENIBHO JAJIMHBI TYJOBHUILHON YacTu no3BoHouHuKa (Puc. 23). ITpu atom,
koppesnsinus ynnuHeHHocty mien ¢ LB aROM (Pearson r = 0,884) Heckonbko BbilIe, yeM ¢ SB
aROM (Pearson = 0,781).

Haumenee moasmxkubie Rf cycTaBbl XapakTepHbI 7Sl KHBOTHBIX C KOPOTKOM Iieedt u
00JIBIIOH, TsKeNoM ronoBoit: Suina, Hippopotamidae u Bovini (Puc. 23). AHanoru4so, Hu3Kas
MOJIBIDKHOCTh IIeW OblIa paHee oTMmeueHa y depHoro Hocopora (bemses, 2018). MatepecHo
OTMETUTh, UTO Y HEKOTOPHIX Bovini, B yacTHOCTH y apUKaHCKOTO U a3UaTCKOro OyilBOJIOB, OJIMH
CycTaB UMeeT 3aMeTHO MoBkIIeHHBIH aROM (ocobenHo SB), uto Mopdonornyecku BhIpaxeHo B
3aMETHOM YBEJIMYEHUH JUIMHBI CYCTaBHBIX (DaceTok MOCT3uranodus3oB BIEpEIUICKAIIETO
MO3BOHKA B cycTaBe. Tak, y appukanckoro oyiiBona SB aROM B C4-C5 cocraBnsier 23° npoTus
mean = 11,7° B IsITH OCTaNbHBIX CyCTaBax, y a3uarckoro OyiiBoia SB aROM B C5-C6 cocTasisier
22,4° npotuB mean = 11,0° B msiTU ocTanbHbIX cycTaBax, y raypa SB aROM B C7-T1 cocraBnser
18,2° npotuB mean = 12,5° B TN OCTaJIbHBIX CyCTaBaXx.

Haubonee monsmxHbie Rf CycTaBhI XapakTepHBI IS CaMbIX JJIMHHOMIEHX MaPHOKOTIBITHBIX
— Camelidae u Giraffidae (Puc. 23). 91o cormacyercs ¢ JaHHbIMU OpyTrux uccienoBanuii (Dzemski
and Christian, 2007; Stolworthy et al., 2015; Miiller et al., 2021). Paccunrannsie 3Hauernss aROM
(SB, LB u AR) s mam u ryaHako O4eHb ONM3KU K in Vitro JaHHBIM JUISL JIaM W ajibIlakw,
nonydeHHBIM Stolworthy et al., (2015) (Ta6x. 24). OTo moaTBepkIaeT 000CHOBAaHHOCTH BBIOOpA
o0LIMX U1 MapHOKOMBITHBIX 3HaYeHUH koapdunuentoB Kr u Ks m1s pacuera aROM.

HHTepecHO OTMETUTH, YTO aMIUIUTYa MOABMKHOCTU B Rf cycTaBax y mapHOKOMBITHBIX HE
MMEET CTATUCTUYECKH 3HAYMMOM B3aMMOCBS3M C Maccoil Tena. CTeneHHas perpeccus Mexmy
Maccoi Tejla U TMOJBMKHOCTBIO B CaruTTaJIbHOM M JIAaT€PAJIbHOM IUIOCKOCTAX JIEMOHCTPUPYIOT
kpaiine Huskue 3Hagenus R? (0,013, p = 0,420 u 0,016, p = 0,384, COOTBETCTBEHHO). JTO He
VIAUBUTENBHO, YYUTHIBAs, YTO HamOOJee MOJIBIKHBIC IIEH XapaKTEPHBI AJII TaKHMX OTPOMHBIX
JKUBOTHBIX, Kak )upadsl U BepOMOAbl. DTO yKa3bIBaeT Ha TO, YTO AJTIOMETPHUYECKHHA POCT HE

ABJIACTCA NPCHIATCTBUEM IJI YBCIIMUCHUA ITOABUKHOCTHU IIEHHOTO oTAca.
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Puc. 23. TlogBIWXHOCTB B MIEHHOM OT/IENe Y TapHOKOMBITHEIX. (a) SB aROM; (6) LB aROM. Ha
ocH a0CIHCC HAXOAWTCS YAJIMHEHHOCTh MW Kak mpomnopuus (B %) IJIMHBI IIEW K JJIHHE
TylOBUIIHOW yacTtu mno3BoHouHMKa (T+L+S). Ha ocu opaunar Haxomurcs cymmapHas
noaBwkHOCTH (°) B Rf cycraBax. 3a TouKy mepecedeHust oceid B3sIThl CpelHue 3HAYCHUS JJIs1 BCEX
M3Y4YEHHBIX BHAOB (OTHOcuTenbHas miuHa 1en 44,8%; cymmapueiii SB aROM 93,66°
cymmapubiii LB aROM 153,4°). L[BeT Kpy»KKOB yKa3bIBaeT Ha TAKCOHOMHUECKYIO rpymiry: Suidae
(xpacHsrif), Tayassuidae (kpacubiii/0ensiif), Camelidae (puonetosrit), Giraffidae (opamxeBsiii),
Hippopotamidae (uepnsiif), Tragulidae (cupenessbiit), Antilocapridae (6upro3oBbiif), Moschidae
(po3oBbiit), Caprinae (romy6oit), Antilopinae (canatoBblii), Bovini (cunuil), KpynHble aHTUIIOTbBI
(3enensriif). I3 Belyaev et al., 20216 ¢ u3amMeHeHUsIMHU.

VY Bcex uccnenoBaHHbIX Hamu xkupadoB Rf Tum cycraBoB 3uramodu3oB, XxapakTepeH IS
nonoaHuTENbHOTO cyctaBa T1-T2. YHukanbpHas MOp¢ooTHs TO3BOHKOB U CYCTaBOB B JIokyce C6-

T2 y )KI/Ipa(bOB paccMarpuBajiaCb UCCICAOBATCIIAMHA KaK aJanTalusa Il YBECIUYCHUA NIIMHBI U
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MOJBMKHOCTU TeiHoro otnena. Tak, P. Jlamkactrep (Lankester, 1908) cumran, uto mepBbiid
TYJIOBUIIHBIA 103BOHOK y kupacda (T1) uepBukamuzuposan, a H. Cononunac (Solounias, 1999)
nojaraj, 4rto 1Iues kupada AeWCTBUTEIBHO HMMEET OJUH JOMOJHUTEIbHBIA TO3BOHOK,
‘no6aBneHHbIN’ B meHHbINH oTaen Ha yyacTke C2-C6. Mopdomerpruecknue apryMeHThl B MOJIb3Y
nepBukaau3anuyd T1 ObUTH IpeAcCTaBICHbl B HECKOJIBKUX HeNaBHUX HccienoBaHusax (Danowitz
and Solounias, 2015; Miiller et al., 2021). M. I'yamxu u X. D10 (Gunji 1 Endo, 2016) nokazanu,
47O y xupada, B OTIHMYUE OT POJACTBEHHOIO €My OKaIld, IPOUCXOIUT CMEIlleHUEe MPUKPEIUICHUS
HauOoJee KayJalbHbIX Iy4koB m. longus colli Ha ogun cycrtaB kaymaiabHee (ot C7 x T1).
Ammutyna SB aROM B cycrase T1-T2 HecKkoJIbKO CHUKEHA 110 CPAaBHEHUIO € BIEPEAMIICKAILUMU
cycraBamu (C6-C7, C7-T1), Ho Bce ke B Tpu pasa npebimaeT aROM B nmocneayrommx rpyIHbIx
cycraBax. Takum 00pa3oM, MoABMKHOCTH cycTtaBa T1-T2 y xupadoB TUITYHA CKOPEE AJIS IIEHHOTO
otnena. Paccunranneie JaHHbIe XOpoOIIo cornacyrores ¢ nanabiMu M. ['yamxu u X. Dano (Gunji
u Endo, 2016), B cpennem SB u LB aROM, paccunrannsie s cycraBa T1-T2 (n = 3, SB: mean
=10,8°% LB: mean = 25,9°) y xxupadon Hmxe, ueM B Apyrux Rf cycraBax (SB: mean = 15-25,8°%;
LB: mean =30,5-41,8°), Ho CyImeCTBEHHO BBIIIIE, YeM B TpeX nocieaywmux T cycTaBax rpyaqHoro
ornena (SB: mean = 4,8-6,0% LB: mean = 12,7-14,7°). UnTepecHO OTMETUTH, 4TO OlieHKH SB
aROM, cnenannbie ¢ momolsio Marumyisinuid 3D monensmu nmo3BonkoB (Miiller et al., 2021) B
cycraBe C7-T1 y xupada (55,2°), mo MeHbIEe Mepe, B 1Ba paza 3aBBIIICHBI IO CPABHEHHIO C

OKCIICPUMCHTAJIBHBIMHA U PACCUUTAHHBIMU JaHHBIMU.

Tadaunma 24. CpaBHeHUE JIaTepabHOW MOABMKHOCTH B IICWHOM OTJENE y JIAMBI M aJIbIIaKU
MOJTyUYEeHHOM 3aMepaMu Ha CKeJIETHO-CBA30YHBIX IpernapaTax U paCCYMTaHHOM B IaHHOM paboTe.

Bun LB aROM (°)
In vitro 2 Paznnunsbie 3HaueHus ko3 dunmentos Kg n Ks
Sus k0a(dUIHEHTHI OVvis kodbpuneHTsI O6mme K0P HUIHEHTHI

Mun Makc | Cpemn | Mun Makc | Cpemn | Mun | Makc | Cpenn | Mun | Makc | Cpenn
Lama glama 29,7 35,0 32,8 15,8 36,1 27,99 21,7 47,3 37,51 19,2 41,6 33,02
Lama guanicoe N/A N/A N/A 17,8 33,8 25,91 257 46,0 35,48 22,5 40,3 32,57
Vicugna pacos 13,3 36,4 28,4 N/A N/A N/A N/A N/A N/A N/A N/A N/A

a — Stolworthy et al., 2015; cycrassr 2, 3, 5 6pu nccnenosanst st L. glama, u 3-7 qus V. pacos, oanako ammumtyasl aBROM st
OT/IENEHBIX CYCTABOB HE MPEICTABICHBI

3.7.1 Ocobennoctu mopgdoaoruu cycrapos B meitHoM otaesie y Giraffidae u Camelidae
HNuTepecHo OTMETUTH, YTO MOp(dOIOTHYECKHE aJanTali K HauOOJbIIeMy Cpeau

MAPHOKOMBITHBIX yBenudeHuto aMiutya SB u LB aROM peanusytorcst pa3nudHbiM 00pa3oM y
Giraffidae u Camelidae.

CouJieHeHHe TeJl HO3BOHKOB. Y BEpOIIIOIOB U JIaM NIEepeIHUE U 3a/IHUE TOPLIBI TEJI MEHHbIX
MIO3BOHKOB SIBJISIIOTCS clierka BeIMYKIBIMU (Puc. 16 M, H). IIpu Takoil KOHCTPYKIIMKA HauOOIIbIIAs

TOJIIMHA MCKIIO3BOHOYHBIX JHCKOB (I/I, COOTBC€TCTBCHHO, AJIMHA KOJIJIaIr€HOBBIX BOJIOKOH, HUX
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oOpasyromux) HabOmromaercs B oOnmacTu (UOpPO3HOTO KONblla, a HaWMEHbIIas B OOJIACTH
nynenapraoro siapa (Stolworthy et al.,, 2015). VYBenwuenue miawHbI BOJMOKOH annulus fibrosus
IPUBOJIUT K YBEIMUEHHIO aMIUIUTY/Ibl PACTSKEHHSI TUX BOJIOKOH U KaK CJIEACTBHE K YBEJIINYECHUIO
BO3MO)KHOTO CMEIICHUS TeJl MO3BOHKOB APYT OTHOCHUTENBHO JApyra. Y >kupadoB U OKalu Tena
MIO3BOHKOB HMEIOT SIPKO BBIPQKXECHHYIO OIUCTOLENbHYI0 (POpMY C BOTHYTHIMH 3aJHUMH H
BBIITYKJIBIMH TIEPETHUMHU TOPIIAMU. DTa BBIMYKIOCTD SIBIISICTCSI HanOoJiee CHIILHOW Cpelu BCex
MapHOKOMBITHBIX (cM. Puc. 16 o).

MexaHn4eCKUM MPEeUMYIeCTBOM 00OUX THUIIOB MOP(OIOTUH 10 CPABHEHUIO C IIOCKUMHU
TOPIAMHU TUJIATUIEIBHBIX TIO3BOHKOB SBISIETCS YMEHBIICHHE paJuyca BpalleHHUS B CyCTaBe.
CokpaiieHre pajadyca BpalleHUs XapaKTepHO I JIFOOBIX BBICOKOMOOWJIBHBIX CYCTaBOB (CM.
JIOTIOJTHUTENbHbIE OOBACHEHUS JUIsl OSICHUYHO-KPECTLIOBOIO CycTaBa B paszene 3.9), HOCKOIbKY
3TO TMO3BOJIAET JAOCTHYb OOJIBILIETO YIJIOBOTO OTKJIOHEHMS NMPH TOH K€ aMIUTUTYJE JBUKCHUS B
cycTtaBe 3urano¢u3oB. BhITyKible Tela MO3BOHKOB MO3BOJSIOT ‘3a()MKCHPOBATH’ MIHOBEHHYIO
OCh BpAIICHUS BOKPYT TOYKH MAaKCUMaJbHON KPUBU3HBI TOPIIA CXOKAM 00pa3oM C TeM, KaK 3TO
IPOMCXOIUT B CHHOBHAJIBHBIX CycTaBax. He yaMBHUTENbHO, YTO TOJNBKO JUIS IIEHHOro OTxena
MO3BOHOYHMKA MJIEKOTIUTAIOMIUX (IJ1s1 KOTOPOTO XapaKTepHbI 00Jiee UM MEHEE BBITYKJIbIE TOPIIbI
TEJ MO3BOHKOB) 3HAYCHHE KanmuOpoBodHOTro Kodddunuenta Kr okazanock ke 1 (Kr = 0,69). B
CyCTaBaxX C IUIOCKMMH TOPIIaMH TeJl TMO3BOHKOB MTHOBEHHBIE OCH MOTYT TOpas3io CBOOOIHEE
MIEPE/IBUTATHCS B TPEJIeIaX MEKITO3BOHKOBBIX JTUCKOB.

CoujieHeHHMe cycTaBHbIX OTPocTKOB. Y Camelidae yBenuueHue IJIMHBI TyTU ABHXKCHUS
MPOMCXOUT 32 CUET YBEITUUEHUS JUIMHBI (haceTOK Mpe3urano(u3oB mo3aauieKaliero o3BoHKa B
cycraBe. f-rect CTbIOJEHTa /s TAapHBIX BBIOOPOK TMOKa3bIBACT, 4YTO JuIMHA (haceTok
npe3urannou3oB B MIEHHBIX CyCTaBax 3HAYMTENFHO TIPEBHINIACT JUIMHY  (haceTok
MOCT3Uranou30B MpeAbIIyIIero mo3Bonka (n = 72, mean diff = 5,59 mm, t = 9,802, p < 0,001,
95% CI: ot 4,46 no 6,73 mm). Y Giraftidae, nHanporus, yBennuenne aROM mpoucxonur 3a cyer
YBEIUYEHUS JTTMHBI (PaceTOK MOCT3UTaro(QH30B BIIEPEIUIICKAIIETO MO3BOHKA. /~TecT CThIOIeHTa
JUIE TIAPHBIX BBIOOPOK ITOKAa3bIBAaeT, YTO JUIMHA (AceTOK IOCT3UTANO(PHU30B 3HAUYUTEIHHO
MIPEBBINIACT TUHY (aceTok nmpesuranoduson (n = 48, mean diff = 9,93 mm, t = 8,135, p < 0,001,
95% CI: ot 7,46 no 12,38 mm).

[eomeTprueckn IEHTP B3aMMOJCHCTBUS (aceTok mocT3uranodu3oB ¢ (aceTkamu
npe3urarnou3oB TMOCICAYIOMET0 MO3BOHKA HAXOMUTCS B IEHTPE MEHbBIIEH W3 HUX. TakuM
o0pa3oMm, pHu CTUOAHUM U pa3rMOaHUM 1IEU B CarnTTaJIbHON IJIOCKOCTU LIEHTP B3aUMOJeHCTBUSA
JIBYX COYJICHOBHBIX (paceTOK HE CMEIAeTCs OTHOCUTENBHO Teja MMO3BOHKA, HECYIIET0 MEHBUIYIO
u3 HuX. To ecTh, y )kupadoB 3TOT HEHTP HEMOJABMKEH IO OTHOIICHUIO K 0ojee KaymaaabHOMY

MO3BOHKY, @ Y BepOJIIO/I0B IO OTHOIICHUIO K Oosiee KpaHuaiabHoMy. [IprunHoi Takux pa3ianuuii B
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KOHCTPYKIIMHM MOXKET OBITh CBSI3aH C YPOBHEM, Ha KOTOPOM >KMBOTHOE nutaercs. [IpencraBurenu
Camelidae muTaroTcst MOJHOXKHBIM KOPMOM Ha YpoBHE 3emiu (Bbicota muTanmsa <0,5 M), a
Giraffidae mucTesiMu 1epeBHEB Ha YPOBHE BBIIIIEC COWICHEHHS I € TYJI0BHUIIIEM. B 00oux cirydasix
LHEHTP B3aUMOJEHCTBUS (DaceToK B KaXIOM CyCTaBe MICHHBIX TO3BOHKOB (DUKCHPOBaH
OTHOCHTEJILHO TOTO MTO3BOHKA, KOTOPBII pacrookeH HIKe. B uem 3akirouaercs npeuMyIiecTBO

TAKOT'0 PACIIOJIOKCHUS ABJIACTCA BOIIPOCOM JJISA 6y,HYHII/IX HCCJICIOBaHUM.

3.7.2 TypHupHbie 601 1 MOpP(OJI0THA IEeHHBIX MO3BOHKOB Y Caprinae
Creuunguyeckas mopgonornyeckas ajanrauus Oblla OTMEYEHa B LICHHOM OTAENE Y BCEX

HCCIIeOBaHHBIX ocoOelt moncemeiictBa Caprinae (Capra falconeri, Ovibos moschatus, Ovis
ammon, Ovis aries). IlepenHue u 3agHMe TOPLBI MO3BOHKOB y mpenactasureneid Caprinae
NPaKTUYEeCKH IUIOCKUe (maruuensHbie). llepennue TOpmbl TNl IMICHHBIX TO3BOHKOB B
BEHTPAJIBHON YacTH UMEIOT IMapHBIE BBIPOCTHI, HAINPABICHHBIC JIaTepoKpaHHaibHO (Puc. 24).
3amHue TOpIBl HMMEIOT COOTBETCTByIOIIME IO QopMme yrIyOlneHHs, KOTOpble uepe3
ME)KITO3BOHKOBBIN JIUCK COEAMHSIOTCS C BBIIMICYIIOMSHYTHIMM BBIPOCTAMU 033 UJIEKAILIETO
NO3BOHKA. Takasg KOHCTPYKLHMS TII03BOJISICT YBEIUYUThH IUIOIIA[b COIPHKOCHOBEHUS Tell
MO3BOHKOB. [IpHYMHON A7 Takoro CTPOEHUS MOTYT SIBISATHCS TEPErpy3KH, HCIBITHIBAEMBIC
HICHHBIM OTAEJIOM Y MpEACTaBUTENICH ITOr0 MOJCEMEICTBA MOJIOPOrHMX BO BpeMsl TYPHHPHBIX
6oeB. Y npyrux typHupHbix BumoB (Cervidae, Bovini, aHTuiombl) Tena MIEHHBIX MO3BOHKOB
UMEIOT CKOpEE OMUCTOLENBHBIA BUA U HE XapaKTEPU3YIOTCS JOTOIHUTEILHBIMU BBIPOCTAMH Ha
TOpIIax. ITO Pa3INdre MOKET OBITh CBSI3aHO CcO crienudukor TypHUpHBIX 00eB cpenu Caprinae,
KOTOpBIE XapaKTePU3YIOTCS KECTKUMHU CTOKHOBEHUSIMU roioBaMu. Ux dopma TypHUpPHBIX 00€B
XapakTepu3yeTcsl Kak TapaHHas (ramming) u ¢dexroBanbHas (fencing), a He KojdroIue yaapsbl
(stabbing) u 6opnba (wrestling), kak y npyrux TypHupHbeix BuzoB (Vander Linden & Dumont,
2019). BeposTHO, YTO CTOJKHOBEHHUS TOJIOBaMHM MOTyT TpeboBarh (HOpPMUPOBAHUS
JTOTIOJTHUTEIBHBIX MEXaHU3MOB JUIS IIPEIOTBPALICHHS TPABM IIEHHBIX CYyCTaBOB.

JUis Tex BUJIOB MapHOKOIIBITHBIX, KOTOPBIE MCIIONB3YIOT ramming Kak popMy TypHHUPHBIX
00eB XapaKTepHbI 0oJiee KOPOTKHE W MIMPOKHE Tella TIO3BOHKOB U OoJiee BHICOKHE HEBpAJbHBIC
IyTH, 4YeM Y BHUJIOB, aIalITUPOBAHHBIX K ApyruM ¢opmam 60s (Vander Linden & Dumont, 2019).
Takas mopdosorus MO3BOHKOB MOXKET CHOCOOCTBOBATH IMOMIOIICHHUIO BBICOKUX YIAApHBIX
HArpy30K Ha CyCTaB BO BpeMs CTOJIKHOBEHHMsS TOJIOBaMH. YBEIMUEHHE HMIMPUHBI U YMEHBIICHUE
JUIMHBI TN MIO3BOHKOB HEe MpUBOAUT y Caprinae K 3HaYUTEIbHOMY YMEHBIICHHIO JITMHBI II€U 0
OTHOIICHHUIO K JUIMHE TYJIOBUIIA. B MccienoBaHHOM BEIOOPKE CPEAHSS JUIMHA N OTHOCUTEIHHO
JUTMHBI TYJIOBUIIIHON YacTH nmo3BoHOuHUKa y Caprinae (mean = 37,2%) JauIllb HEMHOTO yCTyMaeT

KpynHbIM aHTuionaM (mean = 40,8%) u Cervidae (mean = 41,9%). EnuHCTBEeHHBIM
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npeacraButenieM Caprinae co 3HAYUTEIBHO YKOpOUEHHOHW mieel siBisieTcs: oBLeObIK (30,8%),

JUIMHA [IEU KOTOPOT'0 COOTBETCTBYET TaKOBOM y ObIubuX (29,3-34,7%).

Capra falconeri C3

Puc. 24. lononauTeNbHBIC BRIPOCTHI HA TOPIIAX TEJ MIEHHBIX T03BOHKOB Y Caprinae. Ovis ammon
(ZMMU S-146149): Bun cnepenu (a), Bua czaau (0), Bua c3aau u cooky (B). Capra falconeri
(ZMMU S-181396): Bun cnepeau (r), Bun cnepeau u cOoky (x), Bua c3aau u cOoky (e). U3
Belyaev et al., 20216 ¢ uaMeHeHUsIMU.

Crout ormeTuth, 4To cyctaBbl C5-C6 u C6-C7 y OBel XapaKTEepU3YIOTCS YpE3BbIYAHO
BBICOKMMH (JIJ1s1 MiIeKonuTaronmx) 3HaueHussMu AR aROM (B cpeqnem 18,9° u 17,5°) (Wilke et
al., 1997a). lIse apyrue cocrapmstomue noasuxHoctd (SB u LB aROM) taxke mocTuraror
HauOOJBIINX BEJMYMH B JTHUX JBYX CyCTaBaX. JTO MOXET yKa3bplBaTh Ha TO, 4to Caprinae
UCIIONB3YIOT AaKTUBHYI0 aMOPTH3aIlMI0 BO3HUKAIOMIMX MEPEerpy30K BO BpeMs J0OOBBIX
CTOJIKHOBEHHM B TYPHUPHBIX OO0sIX 3aJeHCTBYS BCE€ TpPH KOMIIOHEHTa MEXXIIO3BOHKOBOMH
MOJIBUKHOCTH.

3.8 KomiuiekcHasi pojib PYIHOIO OT/A€JIA

3.8.1 ITornomenne KHHETHYECKOI JHEPTUH B 00J1ACTH XOJIKH
HaunOonee sipkoii aHAaTOMHUYECKOW OCOOEHHOCTBIO T'PYAHOTO OTJENa y MAapHOKOIBITHBIX

SBJISIETCS YBEJIWYECHUE JUIMHBI OCTHCTBIX OTPOCTKOB MO3BOHKOB (cM. Puc. 17; Takxke cm. Belyaev
et al., 2021B), BeIpa)kK€HHOE TEM CHJIbHEE, YEM KPYIHEE CTAHOBUTCS KUBOTHOE. Tak y OM30HOB U
3yOpOB JUIMHA OCTUCTBIX OTPOCTKOB HEPBBIX I'PYAHBIX MMO3BOHKOB MOXET MpeBOCXoAuTh 50 cM
(3y6p, 1979). [TonoGHas cienmanu3anus cBsi3aHa ¢ BRICOKUMH Harpy3kaMu, KOTOPbIE UCIIBITHIBAET
3Ta 00JIaCTh MO3BOHOYHHUKA. VICTOUHUKOM 3TOW HArpy3Kd SIBISETCS COBMECTHOE JICHCTBHE JBYX

q)aKTOPOBI aMopTu3anus Tejia rmpu nNpUu3eMJICHUN Ha IICPCAHNE KOHCUHOCTH U MOAACPIKKA I'OJIOBBL
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u meu. [lepenHsisi KOHEYHOCTh Y TAPHOKOIBITHBIX HE UMEET KOCTHOTO COUJICHEHUS C TYJIOBUIIEM
(y uenoBeka NOAOOHOE COUWJIEHEHUE COXPAHUIIOCH, HO JIUIIb B BUJE KIIIOUUILIBI) U COEIUHSAETCS C
HUM TOJIbKO depe3 myckynarypy (I'ambOapsa, 1960). ['pynHas kieTka KOMBITHOTO IMOJABEIICHA HA
MEepeTHUX KOHEYHOCTAX C TMOMOIIBI0 BEHTPATbHON 3yOuaTol MBINIIEI, KOTOpas COENUHSET
BHYTPEHHIOIO CTOPOHY JIOMATKU U pedpa. B MOMEHT mpu3emiieHus nepeHeil KOHEYHOCTH, KOT/ia
OHA HAauMHAET ONUPATHCSA Ha 3E€MIII0, FpyAHAasl KJIETKa, U COUJICHEHHbIE C HEel TshKesasl TojloBa U
nrest (Mx Macca coctapiseT npuMepHo 10% oT Macchl Telna), IpoIoJIKaIOT CBOE IBHKEHUE K 3eMIIE,
T.€. "mpoBaMBalOTCA" MEX Ay JlonmarkaMu. Bo3HUKIIas cuiia IeHCTBYET Ha BEHTpaIbHOE CrubaHue
MIO3BOHOYHOTO CTOJI0A B 001acTu X0NkH. TakuM 06pa3oM XoJKa SBISETCS TOYKOH OMOPHI JIs BCEeH
nepeanei yactu Tena y KonbITHRIX (Kummer, 1959a, b, I'amGapsu, 1972; Schilling and Hackert,
2006). Cokpamasch, 3yO0uaThlii MYCKYJI aMOPTH3UPYeT ‘majeHue’ TYJIOBUIA MEXIY
KOHEYHOCTSIMHU, TUIABHO TOPMO3sI TOJIOBY U IPYAHYIO KIETKy. /i mpaBUIBHOTO pachpeneneHus
BECOBOM Harpy3kd Ha IMO3BOHOYHHK, 3yOUuaTOMy MYCKYIy HYyXHa IOMOIb, KOTOPYI €My
OKa3bIBAa€T BBIMHAS CBS3Ka, KOTOPAsl Y€pPe3 OCTUCTHIE OTPOCTKU MO3BOHKOB COCIUHSIET TOJIOBY U
niero ¢ o0nacteio Xoiku. [onoBa W mies y MIIEKOMMTAIOMIMX C TMOMOIIbIO BBIMHOW CBA3KU
WHTETPUPOBAHBI C TYJOBHILEM HamojoOue MoAaBecHOro mocrta. [IpuueM MecToM KperuieHus
BBIITHOM CBSI3KU B TYJIOBUIITHOM OTJEJI€ BEICTYIIAET KIMEHHO 00JIacTh XONKH. [ToMrMO TToaepKKu
BBIIfHAsI CBSI3Ka TMO3BOJISIET KOTBITHBIM HAKAIJIMBaTh M BBICBOOOXKIATH YIPYTYIO DHEPTHUIO MPHU
BEPTUKAJIBHBIX KOJICOAHUSX TOJIOBBI U IIIEH, KOTOPHIE HETPEPHIBHO MPOUCXOAT MPU X01b0e 1 Oere
(Loscher et al., 2016), yTo Mo3BOJsAET WAYIIEH IIArOM JIOIMIAaW SKOHOMUTH 10 60% 3HEpruu,
UCTIOJIb3YeMOi Ui mojzep:kanus nonoxenus roiosel (Gellman & Bertram, 2002). Bmecre ¢
VUITMHEHUEM OCTUCTBIX OTPOCTKOB ITO3BOHKOB TaKXK€ MPOUCXOIUT YTOJIICHUE HATOCTUCTOM
CBSI3KM U YBEJIMYEHHE YMCIIa BOJIOKOH MEXOCTUCTBIX cBA30K (I'ambapsu, 1972). ILII. 'ambapsiu
CUMTAJI BCIO 3TY KOHCTPYKILMIO "OPTaHOM KECTKOCTH'" KOIBITHBIX MJIEKOITUTAIOIIMX.

CaMBbIM IPOCTBHIM CIIOCOOOM PEIIUTH MPOOJIEMY HEXKENaTeTbHOTO CTUOAHUS CITHBI OBLTIO ObI
IIPOCTOE CpalleHHE IO3BOHKOB B 00JAacCTH XOJIKM JJIs MX MOJHOM koHconuuauuu. Iloxoxkas
KOHCTPYKIIMSI XapaKkTepHa, HapuMep, IJIs MTUIl, Y KOTOPBIX MOSCHUYHBIE, KPECTIIOBbIE M YaCTh
XBOCTOBBIX TO3BOHKOB CpPAaCTAIOTCS C IMOCIECAHUMHU TPYIAHBIMA MO3BOHKAMHM M KOCTSIMH Tas3a,
o0Opa3ys enuHyr KOocTh — cioxHbIi kpecrenl (Pomep u Ilapconc, 1992). Onnako momoOHas
KOHCOJIMIAITSI HUKOT/Ia HE MPOWCXOIUT Y KOMBITHBIX. bonee Toro, xotss SB aROM B otnene Tt
CyCTaBOB 3aMETHO HIDKE, YeEM B IIEHHOM OTJIeNIe, HAMOOIBIINX CYMMAapHBIX U CPETHUX 3HAUYCHUN
B oOmactu xonku SB aROM nocturaer y KpymHBIX, TSDKEIBIX KOMBITHBIX C MACCUBHOM MepenHen
YacThIO TYJIOBHILA U KPYITHOM rooBoii (6eremoT, 3yOp, THY, kabaH, cBUHbs; Belyaev et al., 20216),
a camble HU3KHE 3Ha4YeHUs1 paccuutaHHoro SB aROM xapakTepHbl I MEJIKUX aHTHIOIN. DTO

MOXCET CBHUACTCIBCTBOBATE O TOM, YTO XOJIKa SABIIACTCA HC OpPraHoM KECTKOCTHU, a OpPraHoM
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MONIOLICHUSI KUHETUYECKOW DHEpPruM Tejla IPU IPU3EMIICHUM Ha IEPEIHUE KOHEYHOCTH.
VYkperieHre 00JacT! XOJIKH C TOMOIIBIO 00JIe€ JTTMHHBIX OCTHUCTHIX OTPOCTKOB U 00JIee MOIITHOTO
CBSI304HOTO allapara HalpaBJIeHbl Ha IPOTUBOICHCTBHE HEXKEJIATEbHON BEHTPAJIBHON (IICKCUH.
[Tpu 3TOM CBSI304HBIH annapar 006ecrneynBaeT CPaBHUTEIBHO MATKYIO aMOPTHU3ALIMIO B OTIMYHUE OT
IPSIMOTO MEXaHUYECKOIO0 OrpaHUYEHMsS, KOTOPOE MOMKET JOCTUIaTrbCs IIyTEM CpallCHUs
MO3BOHKOB. YBenuueHue amiumutyasl SB aROM npuBomuT K yBETMYEHHIO TOPMO3ZHOIO IYyTH
TOJIOBBI M IIEU. DTH COCTAaBIAIONIME HANPSAMYIO B3aUMOCBS3aHBI M YBEIMYHMBAIOT KOJIUYECTBO
MEXaHUYECKOM HHEPIuu, KOTOpas MOKET ObITh paccessHa B 00JacTh XOJIKU. Takum oOpazom,
yBenmmueHne SB aROM kak QakTtop, yaydliarommii aMOpPTU3allMOHHBIE CBOWMCTBA XOJKH,

HOJI0)KUTEIIBHO KOPPEIUPYET € YBEITMUEHUEM Pa3MEPOB Tela.

3.8.2 BeposiTHast posib 3a(haceTOYHBIX AMOK B KPAHMAJIbHOM YACTH IPYIHOIO 0T/Ae]a y
Oeremora
Hannuue 3adaceToyHplXx SMOK, CXOKHX C MOSCHHUYHO-KPECTIIOBBIM CYCTaBOM, Ha

npesuranodusax B rpyaHbix Tf cycraBax y 6ereMoTa sIBIsSETCS YHUKAIBHBIM MOP(}OIOTHYeCKIM
IPU3HAKOM, BBIICJIAIOMINUM OEreMOTOB CpeAM BCEX MapHOKOIBITHBIX. OCHOBHON COCTaBIIAIOIIEH
nonBwkHOcTH B Tf cycraBax siBnsiercs AR, a ne SB (Belyaev et al., 2021a, 6). OnqHako UIMEHHO
Juis OereMoTa, Cpe/id BCceX MapHOKOIIBITHBIX, XapaKTepHa MPaKTHYECKU MAaKCUMaJIbHAsl aMILIUTYAA
SB aROM B otnene Tf cycraBos. [Ipuduem, uMeHHO 3adaceToOdHOE MTPOCTPAHCTBO 0OECIICUNBACT
JIOTIOJIHUTENBHBIA TpUpoCT, B cpeaneMm, Ha 1,64° B cycraBe (Puc. 20). dopmupoBanue
3a(haceTouHON SMKHM OIMH M3 HEMHOTHMX CIIOCOOOB YBeNIMYEeHMs auana3oHa pasrubanus B Tf
cycTaBax. JTO CBs3aHO ¢ TeM, yTo B ominune oT Rf u RfL cycraBoB, TaHreHumanbHele daceTku
PpacIoyIoKeHbI HETIOCPEACTBEHHO Ha HEBPAJILHOM JyTe, @ He Ha CyCTaBHBIX OTpOCcTKax. M3-3a 3Toro
¢aceTka mocr3uranodusa BIepeIIIeKANIET0 TTO3BOHKA MTPH IKCTEH3WU CITUHBI, IEPEMEIIasich B
rpaHunax (aceTku mnpesuranopusa IM03aJAWIEkKaIlero MO3BOHKA, BCKOPE CTAJIKUBAETCS C
HEBpaJbHOH JIyroil B TOM Cilydae, €CIIU MOCIEAHSS HE UMEET COOTBETCTBYIOIIEH SIMKH.

Yro MoxeT OBbITh NPUYMHON MosABIeHHA NOAOOHBIX siMOK B Tf cycraBax Oeremora?
[IpumedarensHO, 4TO dTa Ke MOPHOIOTHIECKass 0COOCHHOCTh XapaKTepHa Kak ISl HACTOSIIINX,
TaK M JAJs yIIACTBIX THOJIEHEeH (HeomyOnMkoBaHHbIE naHHbIE). Cnenuduyeckoil 0COOEHHOCTHIO
NEepeBIKeHUsT B BOAHOM cpele, HE XapakTepHOM JUIs JBIDKEHHMsS Ha Cylle, sBiseTcs
UCTIOJIb30BaHNE MAaHEBPOB B BEPTUKAJIBHOM (CarnTTaIbHOW) IUIOCKOCTH. DTH MaHEBPHI MOXKHO
pa3nenuTh Ha MaHeBpbl "TojoBod BBepx" W "TonoBOW BHHU3", NPU KOTOPBIX IPOUCXOIUT
pasrubanue U cruOaHue MO3BOHOYHHMKA, COOTBETCTBEHHO. Y OEreMOTOB MOJBOJHBIE MAHEBPHI C
HOAHATHEM TOJIOBBI BBEPX, BEPOSTHO, OTPAHUYMBAIOTCS BCIUIBITHEM. DTO OCOOEHHO HHTEPECHO B
CBSI3U C TeM, uTo oTxen Tf cycTaBoB MO3BOHOYHMKA BEPOSATHO SIBIISCTCS HauOOJIee BaXKHBIM IS

MaHEBPOB MPU HA3eMHON JIOKOMOLIMU Y MJIEKOIIUTAIOIUX Ojarofaps yBeauueHus amrintya AR
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aROM (Belyaev et al., 20216). Heoxunannass Mmopdonorndyeckast ajgantanus 0ereMora MOXeT
yKa3bIBaTh Ha TO, YTO 3TOT K€ OTIEN MOXKET ObITh Ba)K€H JUIsl BEPTUKAJIbHBIX MAHEBPOB MpHU
MTOJIBOTHOM TIEPEIBIKEHUHN OJ1aroaps ypennueHuto aMinty SB aROM 3a cuet dhopmupoBanus

3a(1)aCGTO‘{HBIX SMOK.

3.8.3 ®yHKUHMOHAIbHOE HA3HAYECHHE TAHTCHIIHAJIBHBIX (PACETOK
sl MapHOKONBITHBIX, KaK M JUIs JAPYTUX MIIEKONMTAIOIINX, XapaKTepHO H3MEHEHHE

OopueHTaun (aceTok 3urano(us3oB B TYJIOBHIIHOW YacTH IO3BOHOYHMKA. l3MeHeHue THma
cycraBoB npoucxomut Ha T1, nnu unorga Ha T2 (Tabnuua 1 B Ipunoxenun 2). Ha nepennem
TOpLE NEPEXOIHOT0 TIO3BOHKA (DACEeTKH OPHUEHTHPOBAHBI KOCO MEXAYy CaruTTajbHOW H
(bpOoHTaNBHOMN MJIOCKOCTHIO, @ HA 3a/IHEM TOPIIE MEPEXOJHOTO MMO3BOHKA (haCeTKH OPUEHTHPOBAHBI
y’Ke BO ppoHTaIbHO# miockocTh. B ciryuae Tf cycraBoB npesuramnodussl He UMEIOT BEIPOCTOB, a
CycTaBHblE (DACETKM pAacCHOJIOKEHbl HEMOCPEICTBEHHO Ha HEBpaJbHBIX Jyrax II03BOHKOB
(Virchow, 1907; Slijper, 1946). DTOT CTPYKTYpPHBIM THI IPAKTUYCCKH HE BCTPEUACTCS CPEIu
TeTpanoja 3a IMpelaeraaMyd MIICKONUTAIIUX. Eciu Juile pelKkue HCKIIOUEHHUs, Harpumep
TOPU30HTAJIbHBIE CYCTaBbl B HECKOJIBKUX IPEIKPECTIOBBIX CycTaBax y napeiaszaspos (Kuznetsov,
2020).

[IpoBeneHnHoe wHcclieqOBAaHUE ITO3BOHOYHHMKA NAPHOKONBITHBIX IO3BOJISIET YTOYHHTH
¢dyHKIMOHaNbHBIE cBoMcTBa oTena Tf cycraBoB. OH Bcerna BKIIIOYAeT cycTaBbl 9-15, a Taxke
yaie Bcero 8i (MepBblil TPyIHOI) CYCTaB, U Y pa3INYHbIX MAPHOKONBITHBIX CYCTaBbl BIUIOTH 10
20ro. B otmene Tf cycraBoB ammautyasl SB aROM sBIAOTCS caMbIMH HU3KHMH BO BCEM
MPEIKPECTIIOBOM OTHesie To3BoHOUHWKA (Puc. 15 a), B To BpeMsa kak amrmutyasl AR aROM
SBJISIFOTCS caMbIMM BhIcOKMMU (Puc. 15 B). Ammiutyna AR cymectBenHo Bbie, yeM SB aROM
u npubmmsurenabHo paBHel LB aROM (Puc. 15 6). Jlarepanbnas rubkocte B Tf cycraBax
HECKOJIBKO BHIIIE, ueM B Oosee 3aaaem otnene RfL cycraBos. [Ipodwmm LB 1 AR aROM B otaene
Tf cycraBoB mapasienbHbl IpYyT APYry. DTO CBA3aHO C TEM, YTO ONTHUMAaJIbHbIE (HOPMYIBI AJIs
000MX COCTABIAIONIMX JBIXKEHHUSI UMEIOT 37I€Ch OHY U Ty e Mapy YHUCIMTENb/3HaMEHaTelb —
W/Rjat. CymiecTByeT JIMIs HeOObINas pa3HUIA B OTPHUIIATEIHbHOM MHOXKHUTEJIE BTOPOTO YJieHA B
pacueTHbIX Gopmynax: -0,52 st LB u -0,54 nns AR. B pesynbrare, B KaXa0M MEKITO3BOHKOBOM
Tf cycraBe LB 1 AR aROM npumepHo paBHBI ApyT ApyTy. O0€ COCTABISAIONINE TOCTUTAIOT CBOMX
HauOONBIINX 3HAYCHUN B KPAHUATLHOM MOJIOBUHE OT/Iela, KOTOpasi HECKOJIBKO OoJiee OABMKHA B
LB u AR (Ho He B SB), uem kaynanbHas mojoBuHa. Haubomnee moaBMKHBIMU SIBJISIOTCS CaMble
KpaHHuasbHble cycTaBbl. KonbITHBIMU ¢ Haubonee nmoaBmxkHbIMU Tf cycTaBamMu B KpaHUAIbHON
MOJIOBUHE OT/IEJIA SIBJISIOTCS TaKHe MaHEeBPEHHbIE OEryHbI Kak OJIeHH, kabapra, BUJIOPOT, KpyITHbIE
u Menkue aHtuionsl. Hammensmme ammmmtynst LB um AR aROM  xapakrtepHbel ais

Hippopotamidae.
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@OyHKIIMOHANBHOE 3HAYCHWE W3MEHEHHUsS CTPYKTYpPHOTO THIA CyCTaBOB 3UTanodus3oB B
TPYIHOM OTJZIEJIE CBA3aHO C pPa3BUTHEM IMOBBIIEHHOW AR noaBmxHocTH, BMecTo SB, B 31011 yactu
MO3BOHOYHOTO CcTO0a. [103BOHOK, B KOTOPOM MPOUCXOTUT BTOpasi cMeHa (paceTOK 3Urano(u3oB
(c Tf Tuna na RfL) B nuTeparype TpaguuuoHHO Ha3biBaeTcs ‘nuadparmaibHbiM’ (Slijper, 1946).
['mnoTtetnyeckoe coBmaneHue otaena Tf cycraBoB um obmacTu KpemieHHs auadparmel K
MMO3BOHOYHHUKY HABOJUT Ha MBICIIb O CBA3U AR-cocoOubIX Tf cycraBoB ¢ mpenauadparmanbHOMA
YacThIO TYJOBHILA MJICKONUTAIOMIMX. DTO MpEIojaraeT HaJlM4he CBS3U OCEBOM pPOTAIMH C
JIBIXaTeNIbHBIMU JIBJKCHUSMHU, OJHAKO TPYIHO MPEACTaBUTh ceOe HCMOJIb30BaHHE POTALMU
TYJIOBHUIIIA B IIPOLIECCE JIBIXaHUSI.

Ha naHHBII MOMEHT CyIIIECTBYET /IBa MPEIION0KEHHUSI 00 aJaNTUBHOM 3HAUE€HUU OCEBOI0
CKpPYYUBaHUS B TAHTCHIMAJIbHBIX CyCTaBaX: JIOKOMOTOPHOE U He JJokoMoTopHoe. [locnennee 6b110
HenaBHo mpemnokeHo K. JIxonc c¢ coaBropamu (Jones et al.,, 2020, 2021) u mpenmonaraer
UCIIOJb30BaHUE CKPYYMBAaHHS Tela KAaK BO3MOXKHYIO aJalTallil0 K TPYMUHTY B LEJSIX
TepMoperyisiiuu. OJHaKO y YeTBEPOHOTUMX MJIEKONUTAOIIUX MPU BbUIM3BIBAHUU HCIOIb3YETCs
CKopee JiaTepalibHasi THOKOCTh IIeH U TYJIOBHILA, YEM pOTalus. A 3Ta COCTABJISAIONIAs ABHKEHUS
SBJISIETCS UCXO/IHO XOPOIIO pa3BUTON y Bcex aMHHUOT (Zarnik, 1926; Jones et al., 2020) B kauecTBe
HACJIE/ICTBA OT CIOCO0A JJOKOMOIIMU BKJIFOUAIOIIETO OOKOBBIE M3THOBI TYJIOBHINA, XapaKTEPHOTO
MPAKTHUYECKH JIsl BCEX UCKOMAEMBIX 1 COBPEMEHHBIX PBIO.

JlokoMoTOpHAsI TUIIOTE3a MTPEIOIATaeT, YTO MPEAKU MIEKOMUTAIOIINX MOIVIM UCIIOIb30BaTh
OCEBOE CKpyYHMBaHHE B TPYIOHBIX CyCTaBax HAmoaoOHe TOro, Kak 3TO JeNaeT COBpEeMEHHas
npoexunHa (Gambaryan and Kuznetsov, 2013). Jlns 3Toro mpeactaBUTeNs OJHOMPOXOIHBIX
XapaKTepeH crenuduuecKuil aJuTrop — CX0XkKasi ¢ HHOXO/IbIO X0Ah0a C HECKOJIBKO Pa300IIeHHBIMU
maraMyd TnepeaHerd W 3aaHeil koHedHocTeW. I[Ipum 3ToM crMHa NMpoexXujHbl BBITHYTa IyTOH, a
crenupUIecKuil aJTIop OCYIIECTBISETCS B TOM YHCIE 3a CUET POTAIlMM B BEpXHEH TOUKe HTOH
nyru. Poranus mo3BosisieT KaylaJbHOW YacTH TYJIOBUINA PACKAUMBaThCSl U3 CTOPOHBI B CTOPOHY €
HEKOTOPOU 3a/IEPKKOM MO CPAaBHEHUIO C KpaHUATBHOM YaCThIO TYJIOBUIIA. DT PACCUHXPOHHOCTH
BaXHa JJI JOCTIKEHUS JMHAMMYECKOTO PpABHOBECHUS IKUBOTHBIM, I€pEABUTAIOIIUMUCS
WHOXOJIbI0 Ha HU3KOW CKOPOCTH. J[J1s1 eXUTHOBBIX XapaKTEpEeH ajuliop, KOTOPbIM B TEPMUHOIOTUU
B.b. CyxanoBa (1968) Ha/io Ha3bIBaTh MEVIEHHBIM IIarOM B IMAarOHAJIbHOM MOCII€A0BATEIbHOCTH
CO CJIBUIOM B CTOPOHY MHOXOIU. B oTinune oT HacTosAlel MHOXOAU NEPEAHss U 3aHss HOTU
OJTHOW CTOPOHBI IIArat0T HECKOJbKO ACHMHXPOHHO. JaHHBIM ammop MOXKET OBITh TUIUYHOU
TEXHUKOM XOABOBI JJIi paHHUX MJIEKOMUTAIONIMX, JJIsi KOTOPhIX Obla XapakTepHa jarepalibHas
opueHranus koHeuHocreil (Gambaryan and Kielan-Jaworowska, 1997), kak 1 y cOBpeMEHHBIX

onnonpoxonubix (Kysuemo, 1999; Gambaryan and Kuznetsov, 2013). bauskuii Tumn
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nepeABIKeHNUs ObLT MO3Ke 00OCHOBAaH Ul Mapeifa3aBpoB Ha OCHOBAHWHU aHAJIM3a CJEJOBBIX
JIOPOXKEK, a Takke Hammuuio Tf cycTaBoB B penkpectiioBoM otaeie cnuabl (Kuznetsov, 2020).
[ToBbimennas amrmumtyna AR aROM B rpynHoM otaene O6marogaps Haauumio T cycraBoB
UCTIOJIB3YyeTCS M B JIOKOMOIIMM TEPUEBBIX MIIEKONMTAIONIMX, @ HE TOJBKO B CBOEOOpa3zHOU
apxan4yHO# X0b0e OHONPOXOAHBIX. KitroueBoi (pyHKIMEH poTanuy B TPYIHOM OT/ENE SBISAETCS
BO3MOXKHOCTh BpalllaTh IIJIOCKOCTh IE€PEIHUX KOHEYHOCTEW B Ty WIM HUHYIO CTOPOHY
OTHOCHUTEIIbHO IUIOCKOCTH 3aJHUX KOoHeYHOocTed. I[locKolbKy KOHEYHOCTH TEpPHUEBBIX
MJICKOMUTAIONINX WMEIOT MapacaruTTAIbHYI0 OPHEHTAlMI0 — TMapacaruTTalibHas IIOCKOCTh
SIBJIISIETCSL OCHOBHOM INIOCKOCTBIO, B KOTOPOM MPOUCXOIUT ABUKEHUS BHYTPU KOHEYHOCTH, U OTON
K€ IUIOCKOCTH MPOXOIST OCHOBHBIE CHJIBI pPEakUuu OMHophbl. Tak Npu phITbE HOPHI 3a/HUE
KOHEYHOCTH POIOIIMX MEPEAHUMU KOHEYHOCTSIMU MJICKOTIUTAOIUX HEMOABUKHO CTOST Ha 3eMIIE,
a mepeaHue KomnaroT 3eminto. OceBas poTalys B TYJOBHILE IIPU 3TOM IIO3BOJISET )KUBOTHOMY PBITh
HE TOJIBKO Tepesl co00i, HO U COOKy. JpyruM mpuMepoM MCIOJIb30BaHMs poTanuu B otaene Tf
CycTaBax SBIISIETCS MaHeBpUpoBaHHE Tpu Oere. Tak, HE3aBUCHMMOE BpAIICHUE KPAaHHAIBHOU H
Kay/laJbHOU MOJIOBHH TYJIOBHINA B JIEBYIO WJIHM IIPABYIO CTOPOHY MO3BOJISET 3aifllaM OCYIIECTBIIATh
pe3kue cMmeHbl HanpasineHus Oera (Kuznetsov et al., 2017). Pe3kue m3aMeHeHus: HarpaBieHHS
JBWDKEHUSI HEOOXOAMMBI  PACTUTEIBHOSAHBIM  MJICKOIMTAIONIMM KAk MeXaHW3M oOMaHa

npecienytomero ux xuniauka (Puc. 25). Heo6xogumo oTMeTuTh, 4TO pedpa SBISIOTCS OYEHBb

YAOOHBIMU pblYaraMu JJisi KOHTPOJIS HaJl OCEBBIM CKPYyUYHMBAaHUEM B CYCTaBax.

Puc. 25. Tazens I'panra (Nanger granti) u3MeHseT HalpaBiieHHE Oera, NbITasgCh OOMaHYyTb
npecienyoomero ee remnapia (Acinonyx jubatus), MCNONb3ys BpalleHWE B TPYIHOM OTJENe
MO3BOHOYHHKA

3.8.4 AkTUBHas POJIb KayAaJ1bHOM YACTH IPYIHOIO OT/AE/I1a BO BpeMsl raJjiona
[Tepexox or Tf x RfL tumy cycraBoB 3uranouzoB y MIIEKONHUTAIOIIUX MOXET JHO0

COBMaJaTh (HampuUMeEp, y YeJIOBEeKa) C TPaHUIEH TPYAHOTO U TOSCHUYHOTO OTIENIOB, JTHOO
pacrioiaraTbCsl KpaHuajgbHee (XUITHBIC) WM KayJadbHee 3TOM TpaHUIlbl (Tamupsl, HOCOPOTH). Y
napHOKOMbITHBIX mepexos oT Tf xk RfL cycraBam Bcerma mpoMCXOIUT CTPOrO KpaHHalIbHEe

TPaHUIBI MEXKAY TPYAHBIM W MOsiICHUYHBIM oTnenamu (Tabmuma 2 B [Ipunoxkenun 2). Cambiii
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KpaHUAJIBHBIN U CaMbIil KaylaIbHBIN MePEX0] Pa3INYaeTCsl y UCCIEAOBAHHBIX MAPHOKOMBITHBIX HA
6 cyctaBoB (o1 T9-T10 no T14-T15 wnm ot 16™ o 21™ cycraBa, COOTBETCTBEHHO).

H3MeHeHne OprueHTalui OCTUCTBIX OTPOCTKOB ITO3BOHKOB (TOYKAa aHTUKJIMHUU) OT HAKJIOHA
Ha3aJ] Ha HAKJIOH BIIEpeN Y MapHOKOIBITHBIX MOXKET COBMAAATh WM HE COBIAIATh C U3MEHEHUEM
tuna ¢acetok 3uranopuson (Puc. 17). Y Menkux BUIOB 3TH JBa NIEPEX0/Ia XOPOIIO COTIACYIOTCS
Ipyr C JOpyroM. Y MHOTHX KPYITHBIX BHUJIOB QHTHKIIMHUS OCTHCTBIX OTPOCTKOB ITO3BOHKOB
XapakTepHa yke Ju0o0 A mosCHUYHOW oOnactu, mo3aau He Toibko oT Tf-RfL, HO naxe ot
rpygonosicanyHoro nepexoza (y Bovini u Camelidae), m160 BooO1ie He BeipaskeHa (y KupadoB)
(Puc. 17 a, B, n).

bonee kpanuanbpHbI WM KaydalbHbI nepexon Kk otaeny RfL cycTaBoB y pa3HbIX BHIIOB
MOKET XapaKTepu30BaTh Ty OOJACTh MO3BOHOYHOTO CTOJ0A, B KOTOPOH aKTHUBHO 3a/IeUCTBYeTCS
carurTainpHasi THOKOCTh Bo Bpemsi Oera ramomom. Kak mokazanu H. umnunr m P. Xakepr
(Schilling & Hackert, 2006), y paznuaHbIx MeTkux Miekonutaromux (Ochotona rufescens, Tupaia
glis, Monodelphis domestica) Bo BpeMs rajora akTUBHO CTHOAIOTCsI HE TOJIBKO MOSICHUYHBIE, HO U
HekoTopsie TpynHbie RfL cycraBbl. Toro ke MOXHO OXHUAATh U AJIsl 00jiee KPYIMHBIX KUBOTHBIX,
MCTIOJIB3YIOIINUX TaJIoI.

Bricokue ammiutyasi SB aROM B nepexonnoii o6nactu (16-20" cycrapbl) XapakTepHbl 1is
MEJIKUX IMapHOKOTBITHBIX (CTATUCTHUECKH 3HAYUMBIC OTPHUIATEILHBIC KOPPEJSIHHA ITOYTH CO
BCEMH JMHEHHBIMU pa3MEPHBIMU MO3BOHOYHMKA Tabi. 16), KOTOphle MMEIT BBICOKYI0 SB
MOJIBIKHOCTH B oT/ene RfL cycraBoB u, cobcTBeHHO, B mosicHnyHoM otaene (Tadm. 17). Camble
HU3KHE aMIUIMTYAbl XapaKTepHBl s CaMbIX KPYIMHBIX MapHOKONBITHRIX (Giraffidae wu
Hippopotamidae). OtaocutensHO ¢opmbl Oera, HanOombmas cymmapHas SB aROM B asroi
o0acTy xapakTepHa i BUJIOB, IPUCIIOCOOIEHHBIX K MPBIKKOBOU (hopme Oera.

Cawmplie Hu3kue 3HaueHnss AR aROM B 3T0i#i 00671aCTH XapaKTEepHBI s OETEMOTOB M CBHHEH,
UCTIONB3YIOIIUX TapaHHyio ¢opmy Oera. OHU XapakTepusylOTCs Haubolee KpaHUATbHBIM
nonoxxenuem nepexoma ot Tf xk RfL cycraBam. Cokpamenne uncna Tf cycTaBoB mpUBOIUT K
CHI)KCHHIO PAcCIiolaracMoi aMIUTHTYABl OCEBOTO CKPYYHBAHHS W KaK CJICJICTBUE K CHIDKECHHUIO
MaHEBPEHHOCTH, YTO COOTBETCTBYET TapaHHOMY Oery. Okumaemo, BbICOKHME aMIUIUTyAbl AR
aROM B mepexofHBIX CycTaBax XapaKTepHBI A BHUAOB ¢ Oosee KayJaldbHBIM IEPEXOA0M

(Giraffidae u Bovini).

3.9 (I)yHKHI/IOHaJ]beIﬁ AHAJIN3 MOACHHYIHOI'O OTAC]aAa Y MIAPHOKOINBITHBIX
[TosicHUYHBINA OT/EN MO3BOHOYHHMKA Yy MIJIEKOIUTAIONIMX MPHUCIIOCOOEH i 3P PEKTUBHOM

paboThl B CaruTTalbHOM IUIOCKOCTH (B KOTOPOH XapaKTEepHU3YyeTCS BBICOKOM T'MOKOCTBHIO). JTO
SBIISICTCSl BOKHEHIIEH amanTanydeid 4eTBEPOHOTHMX MIICKOMHUTAIOMUX K Oery ramomoM. Ilocne
OTpBIBA Mapbl 3aJHAX KOHEUYHOCTEH OT 3eMJIM MIICKOMUTAIOIIUE BBIHOCAT WX BIEped s
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NpU3EeMJICHHS M HOBOTO TouKa. [TosicHuIa TPy 3TOM crubaeTcs, 4To yBEITMUMBACT BEIHOC 3aIHUX
KOHEYHOCTEH Briepea. B 3TOT MOMEHT CyX0)KMITUS MBIIIILL pa3rudaresneil CnuHbl pacTATUBaIOTCS, 32
CUET Yero B HUX HAKAIUIMBAETCs CYIIECTBEHHOE KOJIMYECTBO NMOTEHIHMaIbHOH sHepruu. Ilocne
NpU3EMJICHHUS 3aIHUX KOHEYHOCTEH, OHM HAuMHAIOT pa3ru0aTbcs CHHXPOHHO C MMO3BOHOYHHUKOM,
IIPY 3TOM HAKOIUIEHHAsl B CYXOXKWJIMSIX CIIMHHBIX MBI [TOTEHLHAJIbHAs YHEPIHs IEPEXOIUT B
kuHeTHdeckyto. Kak Obuio mokazano PoGeprom Anekcannmepom (Alexander et al.,, 1985),
3aJIeliCTBOBAHUE HHEPIUU, KOTOpasi HAKAIUIUBAECTCA B CyXOXKMJIMSIX MBILIL IMOSICHUYHOIO OTeNa
NO3BOHOYHMKA TIPU €ro CruOaHuM, MO3BOJIIET MIIEKONMMTAIOUIMM CYIIECTBEHHBIM 00pa3zoM
COKPATUTh SHEPTETUYECKHE 3aTPaThl IIpH Oere, UTo JieaeT rajon Harnbosuee 3Hepro3hHeKTHBHBIM
aJUTIOPOM Ha BBICOKUX cKOpocTsX. Kak Obl10 0TMeueHo Bblllle, OoJblIasi 4acTh IPyIHOTO OTAeNa
MIO3BOHOYHHKA SIBISETCS JIOCTATOYHO cTaTM4HOW B IuiaHe SB aROM, BbicOokasi caruTraipHas
HOABMKHOCTB IpuxoauTcs Ha otnen RfL cycTaBos.

Mopdonornuecku RfL cycTaBbl y mapHOKOIBITHBIX XapaKTEPU3YIOTCS TIOUTH BEPTUKAIBHOM
(mapacarutTajabHOW) OpHEHTalel OCHOBHOM OBEpXHOCTHU (aceTok 3uranoduzon. Mopdomorus
RfL cycTaBoB y NapHOKONBITHBIX 1OCTaTOYHO pa3HooOpa3Ha. Tak, y oBIeObIKa B KOHIIE IPYIHOIO
orzaena (paceTku SBISIOTCS MPAKTUUECKU COBEPIICHHO BepTHKaIbHbIMU (Puc. 26 a), a y sxupadon
B KOHIIE MOSCHUIIBI OM3KH K rpoctomy Rf Ty (V-00pa3usiii Bua napsl haceTok 6e3 3aMKOB). Y
JPYTUX MaPHOKOMBITHBIX MPE3UTanopu3bl UMEIOT IPeOHU U OOPTHKHU Pa3IndHOl (hOPMBI, KOTOpBIE

OXBAaTBIBAIOT MOCT3UTANO(U3bI BIEPEINUIISKAIIETO TO3BOHKA, BBITIONHSSA poib "3amkoB" (Puc. 26).

W Ovibos moschatus Giraffa camelopardalis Capra falconeri
T11-T12 ‘ _ L4-L5 L3-L4

Puc. 26. Mopdonorus "3amkoB" mpe- um moct3uranopuzoB B RfL cycraBax y paszmmuHBIX
MApHOKOMBITHBIX. [locT3uranousbl KpaHHAIbHOTO IM03BOHKAa B mape (a, B, 1, X, U, J),
npe3uranopusbl KaylaJbHOTO TMO3BOHKAa B mape (0, T, e, 3, K, M). [Ipumepsl mokazaHsl B
MOCJIEIOBATEIPHOCTH YBEIMUCHUSI CIOXKHOCTH 3aMKOB. (a, 06) Ovibos moschatus; (B, T) Giraffa
camelopardalis; (n, ) Capra falconeri; (X, 3) Phacochoerus africanus; (u, k) Alces alces; (71, M)

Ovibos moschatus. 13 Belyaev et al., 20216 ¢ u3aMeHeHUIMU.
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SB aROM B rpymneix RfL cycraBax y NHapHOKONBITHBIX HECKOJIBKO HIDKE, YeM BO
BHYTPHIOSICHUYHBIX cycTaBax (mean diff = 0,8°). Kak cymmapnsiii, Tak u cpeaanii SB aROM B
oraene RfL cycTaBoB M NOSCHMYHOM OTAENE MMEET BBICOKHE OTpULATENbHbIE KOPPEISALUU C
JUHEHHBIMU pa3MepaMu 103BOHOYHOTro croiba (Tabsn. 16). Camble HU3KHE aMIuUTybl SB aROM
XapakTepHBI U CAaMBIX KPYIHBIX IpecTaBuTeNeii mapHOKonbITHEIX — Hippopotamidae, Bovini u
Giraffidae (Puc. 27). 1514 3TUX >KMBOTHBIX XapaKTepHa 10pCOCTA0MIbBHOCTh TO3BOHOYHOI'O CTOI0a
B nonumanuu I1.I1. "'ambapsina (1972).

SB aROM (xak cyMMapHBbIii, Tak U cpeHuii) B otaene RfL cycTaBoB U MOSICHUYHOM OT/Ele
[IO3BOHOYHHMKA HMEET OYEHb BBICOKYIO MOJOKHUTEIbHYIO KOPPEISIIMIO C  YUIMHEHHEM
MOSICHUYHOTO OT/EJIa OTHOCUTEIHLHO 00IIIeH JJTMHBI TYJIOBUIIIHON YacTh o3BoOHOYHUKA (7 = 0,404-
0,778, p=0,005-0,000) (Tab:xa. 17). DTO rOBOPUT O TOM, YTO YBEIUUYCHHE MOIBH’KHOCTH TIOSICHUIIBI
COINPOBOX/IAETCA M YBEIUYEHHUEM €€ OTHOCHUTEIbHOW JUIMHBI. DTO JABAa B3aWMOIOIOIHSIOLIMX
croco0a yBeIMYeHHS JITUHBI Iy TH, KOTOPBIH IPOXOAUT LEHTP TSHKECTH )KUBOTHOTO IIPU TIEpEXo/ie
MNOSICHUYHOTO OTJeNa U3 MAaKCHUMAaJbHO COTHYTOIO MOJIOXKEHHsS B NpPSAMOE, Harnpumep, nepen
IIPBIKKOM.

D10 Xopouio comiacyercs ¢ kinaccudukanumeit ¢opm Oera, mpeanoxenHoi Ilerpom
Fambapstrom (1972) nns xonbITHBIX. [lapHOKONBITHBIE, MPUCTIOCOONEHHBIE K TNPBIKKOBOW WU
MPBIKKOBO-CKOPOCTHOM ¢dopmam Oera, XapaKTepU3ylOTCsl HaumOosee MOABM)KHOM CIHMHOM B
carutTaiabHOM TockocTH (Puc. 27). KonbiTHBIE, MprcOocOOIeHHBIE K CKOPOCTHOU (hopme Oera,
XapaKTepU3yIoTCs CpeHel MoaBMKHOCTBIO B oT/ene RfL cycTaBoB u nosicanunom otaene. Camast
HU3Kas MOJBI)KHOCTb XapaKTepHa IS KUBOTHBIX, HCHOJB3YIOLINX MOIYyTsKeIylo (Gopmy Oera
(Puc. 27).

IopHast cpena oOuTaHusl TakKe SBISETCS (PAKTOPOM, CIIOCOOCTBYIOIIUM YBEIWYEHHUIO
HOABMKHOCTHU B MOSICHUYHON 007acTH, KOTOPYIO KHMBOTHBIE CIIOCOOHBI MCIOIB30BaTh BO BpeMs
npbDKKOB. [opHbIe BUbI B cpeiHeM Ha 7° SB aROM npeBplatoT COOTBETCTBYIOLINI MAKCUMYM
Cpeu HE TOPHBIX MAPHOKOIBITHBIX.

OcTHCThIE OTPOCTKH MO3BOHKOB y MapHOKOMBITHRIX B oTAene RfL cycTtaBoB mpencTaBisitoT
co0OH IIMPOKHE KOCTHBIE IUIACTHHBI, BEPUIMHBI KOTOPHIX BBITSHYTHl B KPaHHO-KayJaJbHOM
HanpasieHun (Puc. 17). K ocTHCTBIM OTpOCTKaM MPHUKPEIUIAIOTCS KOPOTKHE MEXOCTHCThIE
CBSI3KH, KOTOpbIE MPEJOTBPALIAIOT YPE3MEPHYIO BEHTPAIBHYIO (IIeKCHIO 0e3 3aTpaT MBIIIECUYHON
SHEPruu. Y4YacTKU HaJOCTUCTOM CBA3KHM MEXAY OTPOCTKAMHU, KaK M MEXKOCTUCTBIE CBSI3KH,
CTAHOBSTCSI OYEHb KOPOTKUMHU. [Ipm 3TOM, 4eM BBIILIE OCTUCTBIE OTPOCTKH, TEM MEHBIIE YIoJl
crubaHus, KOTOPbI BO3MOXHO JOCTHYb IMPHU OJMHAKOBOM JUIMHE CBS30K, COCAMHSIONINX HX

Bepxywku (I'ambGapsiH, 1972). Haubonee BBITSHYThIE B IE€peIHE3aHEM HalpaBICHUE OCTUCTHIE
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OTPOCTKH IO OTHOMICHUIO K JIHMHC TCJIa IMO3BOHKA B MOSICHUYHOM 00JIacTH Ha6JIIOI[aIOTCSI y

kabapru u npencrasurened cemerictBa Caprinae (Puc. 17; cm. xkaptuaku B Belyaev et al., 20218).
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Puc. 27. CarutranpHas OABWKHOCTH B MOSICHUYHOM oOnactu (a) u otnene RfL cyctaBos (0) y
NapHOKOMBITHBIX (0€3 yueTa MoJIBUKHOCTH B MOSICHUYHO-KpecTIIOBOM cycraie). [1o ocu abcruce
npezcTaBieHa aOCoMOTHAs JJIMHA (MM) TYJOBHIIHOM yacTu mo3BoHouHuKa (T+L+S). ITo ocu
opauHar npexacraBieHa cymmapHas SB aROM (°) B moscHuunoM otaene (a) u B otaene RfL
cycTtaBoB (0). 3a TOUKy mepeceueHHst OCeil B3AThl CPEHNE 3HAUEHHS 3TUX MEPEMEHHBIX Ul BCEX
u3yuyeHHbIX BUJOB (anmuHa T+L+S 893,8 mm; cymmapnsiit SB aROM B nosicununoit obnactu 47,9%;
cymmapusli SB aROM B otgene RfL cycraBoB 63,5°). LlBeta KpyXkoB 0003HauaroT
TaKCOHOMHUYECKYIO TpyIy, Kak Ha Puc. 19. VI3 Belyaev et al., 20216 ¢ u3McHEHUSIMH.
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Ammuutynel AR aROM B otaene RfL cycraBoB y Bcex MapHOKOIBITHBIX YPE3BBIYAHHO
Huskue. Cpegnuit AR aROM B otaene RfL cycraBoB mmeeT oTpunaTelbHYI0 KOPPENSIIUIO C
amrmutynor SB aROM B otnene RfL cycraBoB u mosicanunoMm otaene (Tabm. 17). 3To ykaspiBaeT
Ha TO, YTO NpH yBenudeHuu amruutys SB aROM B nosicHulle y MapHOKOIBITHBIX MPOUCXOIUT
yMmeHbllieHne aMiutyg AR aROM. D10 nocTtaroyHo 0XXKHMIaeMO, MOCKOJBKY CaruTTallbHas
TMOKOCTh B MOSICHUIIE SIBJISIETCS. OCHOBOM JJIs rajlofa U pernoHanu3anus noje3Horo AR B Toi e
YacTH MMO3BOHOYHOT'O CTOJI0A SIBIIsIETCS HexkenareabHou. [loxoxke, 4TO IMEHHO MO3TOMY IOJIE3HOE
0CEBOE CKpyUYMBaHHE, HEOOXOAMMOE JIIsl MAaHEBPOB, PACIIOIOKEHO B APYTOil YaCTH MO3BOHOYHOTO

cronba — B otaene Tf cycTaBos.

3.9.1 Poab 3apaceTo4HOi IMKHU B OSICHUYHO-KPECTIIOBOM CyCTaBe
Hanuume orpanuumrtens nopcaibHOM sKkcTeH3un u3meHser SB aROM B mosicHuuHo-

KPECTILOBOM CycTaBe Mo cpaBHeHUIO co cTtanaapTHbiMu RfL cycraBamu (Puc. 19). ¥V paznuunbix
MEJIKUX M CpPEeOHUX IO pa3MepaM MapHOKOINBITHBIX 3adaceroyHas sMKa oOecreurnBaeT
3HAYUTEIBHBIA IMPUPOCT pPACIOIAraéMON JOPCAIbHOM AKCTEH3UU B IMOSICHUYHO-KPECTLIOBOM
CyCTaBe IO CPaBHEHUIO C BHYTPHIIOSICHUYHBIMH CycTaBaMu. Tak, y npenctasurenein Tragulidae,
Menkux antuiomn, Tayassuidae m Moschidae yBenmnueHue qopcaibHON SKCTEH3UH COCTABIISET B
cpenHeM Oomnee 5°. HampotuB, y MHOTMX KpYIHBIX THpEACTaBUTENEH MapHOKOIBITHBIX
3apaceTouHass sIMKa YMEHBIIAET paclojiaraeéMyl0 aMIUIUTYy pa3rubaHus B TOSCHUYHO-
KpPECTLOBOM CYCTaBe, HO HE3HAUUTENIbHO, B CpeHEM Ha 1°.

Hcxons U3 3Toro MOKHO MPEATONIOKUTh, YTO GOpMUPOBaHUE 3a(paceTOUHOM IMKH SBISETCS
CIoCOOOM yBEJIMYEHHS AaMILTUTY/IbI IOPCATBLHOTO pa3riuOaHus B MOSCHUYHO-KPECTIIOBOM CYCTaBe
[0 CPaBHEHHIO C BHYTPUIOACHUYHBIMU CyCTaBaMHM. BHYTpUIIOACHHYHBIE CYyCTaBbl
MNApHOKOIIBITHBIX JIMIIEHBl MOAOOHBIX SMOK M CHOCOOHBI JIMIIbL HE3HAYUTEIBHO BBIXOAMTH 3a
Mpenesbl HeUTPaTbHOTO TOJI0KEHHUST TTO3BOHOYHUKA MpU AopcainbHoM pasrudanuu (Wilke et al.,
1997a, B, 2011). B mOSICHUYHO-KPECTIIOBOM CYCTaBE 3TO JOCTHTaeTcs Oyaromapst TOMY, 4TO
HoCT3Uranou3bl NOCIETHETO MOSICHUYHOTO MO3BOHKA CIIOCOOHBI BBIXOAUTH JAJIEKO 3a MpPeaesbl
npe3uranopu30B MEPBOro KPECTIIOBOTO MTO3BOHKA, TTOMa/1asi B COOTBETCTBYIOIIYIO 3a(aceTOUHYIO
SAMKY, a HE cpa3y yIHpasch B OCHOBaHHE HEBpaJIbHOM 1yru. Takas ssMKa MUMeeT 3aJHIOI0 FPaHULLY,
KOTOpasi B KOHEUHOM UTOTe IEHCTBYET KaK CTONOP runepiakcTen3un. OaHako cronopHas pyHKIus
9TOW I'PaHUIBI BBIVISIUT CKOpee Kak MOOOYHbIN IpoayKT ee hopmuposanus. [loatomy Hanbonee
BEPOSATHOM POJNBI0 TOW MOpdonoruueckoil ocobeHHOCTH sBisieTcst yBenuduenne SB aROM B
HalpaBlIeHUM pa3rubaHus, a He orpaHudyeHue. OrpaHUUYUTENIbHAs pOJIb MPOSIBISETCS NpU
YMEHBIIEHUU JJIUHBl SIMKM Yy CaMbIX KPYNHBIX MapHOKOMBITHBIX  HCIOJIB3YIOLIUX

JIopcocTabuIbHyI0 GpopMy ranomna.
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3.9.2 Cea3b MOp(l)O.]'IOl"I/II/I MOAAICHUYIHO-KPECTHOBOI'0 CyCTaBa € NNOABUKHOCTHIO
CarurranbHas IOABMXHOCTH B MMOACHUYHO-KPECTIOBOM CYCTaB€ B CPEAHEM CYIICCTBCHHO

BbIIIIE, YeM BO BHYTPHUIIOACHUYHBIX CyCTaBaX. JTOT BBIBOJ XOpPOIIO COINACyeTCs C paHee
omyonukoBaHHbIME uccienoBanusmu (IIsuteimuyk, 1975; Townsend et al., 1983; Yamamoto et al.,
1989; Gal, 1993; Panjabi et al., 1994; Faber et al., 2001; Haussler et al., 2001; Benninger et al.,
2004; Schilling & Hackert, 2006; benses, 2018; Jones et al., 2020). B cpeanem y mapHOKOIIBITHBIX
MOJBMKHOCTh B MOSICHUYHO-KPECTIIOBOM CyCTaBe COCTaBISET MOYTH dYeTBepTh (22,9%) ot
CYMMapHOH! TOABMKHOCTH B MOSICHUYHOM 001acTH (TIOSICHUTIA + MOSICHUYHO-KPECTIIOBBINA CYCTaB)
(Tabn. 22). YV 60nblIMHCTBA U3yYeHHBIX NapHOKONBITHBIX (42 u3 50) SB aROM B noscHu4HO-
KPECTIIOBOM CYCTaB€ SIBIIIETCS CAMbIM BBHICOKMM BO BCEH TYJOBHILHOM 4acTH MO3BOHOYHUKA, & Y
HeKkoTOopeiX (6 w3 50) OH sABIsAETCS CamMbiM BBICOKMM BO BCEM MPEAKPECTIIOBOM OT/EINE
MO3BOHOYHOTO CTOJIOA, BKJIIOUYAs IIer0. JTO 00e MCCieqoBaHHBIE ocoOu Sus scrofa domestica
(16,6° mpotus 12,9° B C4-C5 y ZMMU S-106943 u 19,9° npotus 15,3° B C5-C6 y ZIN 16901),
Capra falconeri (21,0° mpotus 15,1° B C6-C7), Gazella subgutturosa (21,6° nporur 20,6° B C6-
C7), Ovis ammon (16,7° npotus 14,8° B C4-C5), Saiga tatarica (16,1° npotus 12,8° B C5-C6).
VYBenuueHue aMIUIUTYAbl CarUTTAIbHON TOJABMKHOCTH B MOSCHUYHO-KPECTIIOBOM CYCTaBe
COIMPOBOXK/IACTCSA Y TMAPHOKOIBITHBIX CIIeHaTu3aueii MOp(OIOTHHA TO3BOHKOB M CBSI304HOTO
anmapata. [lociegHuii TMOSCHUYHBIA TO3BOHOK XapakTepusyeTcs yaJIuHeHHeM (aceTok
MOCT3Uranou3oB MO CPaBHEHHUIO C OOBIYHBIMU TOSICHUYHBIMH TMO3BOHKaMU. B cpeanem, y
MOCJIEIHETO MOSICHUYHOTO TI03BOHKA (paceTku moct3uranodusos anuuaHee Ha 43,4%. Takxke, Tena
MOCJICJTHETO TOSICHUYHOTO M TEPBOTO KPECTIIOBOTO MMO3BOHKOB Y TMAPHOKOIMBITHBIX YILIOMICHBI
JIOPCOBEHTpaAIbHO. biaromapsi 3ToMy B MOSCHHYHO-KPECTIIOBOM CyCTaBe y MapHOKOIBITHBIX
MIPOUCXOJUT COKpallleHue JJIMHBI (B cpenHeM Ha 15%) pamuyca BpalleHHs B CaruTTajibHOU
I0CKOCTH (Rvert) IO CpaBHEHHIO C BHYTPUIIOSICHUYHBIME CycTaBaMu. Takoe YKOpOUeHHUe paanyca
obecreunBaeT yrioBO€ yBEIMYEHUE aMIUTHTYAbl SB Ha €IUHUIYy JJIUHBI IyTW JBIDKCHUS Ha
17,6%. CBs304HBI anmapar 3TOro cycraBa XapakTepu3yeTcsl YBEJIMUYEHUEM JUIMHbBI HaI0CTUCTON
CBSI3KHU Ha y4aCTKE MEXY MOCJIETHIM MOSICHUYHBIM U IEPBBIM KPECTIIOBBIM IMO3BOHKAMU 32 CUET
MPOTUBOIOJIIOKHOTO HAKJIOHA HMX OCTUCTBIX OTPOCTKOB Yy OOJBIIMHCTBA MAPHOKOIBITHBIX
(Tambapsia, 1972, Belyaev et al., 20216; Puc. 17). bonee mmHHBIE CBS3KH CIOCOOHBI
pacTAruBaThCsl CUJIbHEE. Y HEKOTOPBIX IMAPHOKOMBITHBIX TMPOUCXOJAUT YMEHBIIICHHE BBICOTHI
octuctoro orpoctka S1. B pesynbrare y ponoB Capra (I'acnapsia, 1969) u Ovis (Belyaev et al,
20216) HamocTUCTas CBs3Ka MPOXOJUT OT OCTHUCTOTO OTPOCTKA IMOCIETHETO MOSCHUYHOTO
MIO3BOHKA JI0 OCTUCTOIO OTPOCTKA BTOPOTO MOSICHUYHOTO N03BOHKA (S2), BMecTo S1. YBenuuenue
JUTMHBl JOpCAJbHBIX CBS30K MEXIYy IO3BOHKaMu o3Hadaer, yto SB aROM B mnosicHuuHO-

KpeCTHOBOM CYCTAaBC YBCIMYHUBACTCA TAKKC U B BCHTPAJIbBHOM HAIIPaBJICHHUU ((I)J'IGKCI/ISI). KpOMC
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TOTO, TOJILIMHA MEXIO3BOHKOBOTO JIMCKA B MOSICHUYHO-KPECTIIOBOM CYyCTaBE yBEIMYHMBAETCS IO
CPAaBHEHMIO C MOSICHUYHBIM OTZEJIOM (T.€. YBEJIMYMBAETCS JIJIMHA BOJIOKOH, 00pa3yoIluX JUCK).
OueBUIHO, UTO BCE BBILIETIEpEUUCICHHbIE MPpU3HAKU (YIJIMHEHHE (PaceToK MOCT3Uranodusos,
COKpAIlleHUE pauyca BpallleH!s, YBETUUCHHE JITTHHBI JJOPCATbHBIX CBSI30K, YBEINYCHHUE TONIUHBI
MEXKITO3BOHKOBBIX JIUCKOB) SABJISIFOTCSI B3aMMOCBSI3aHHBIMU B COOTBETCTBHUH C IPUHIIUIIOM KroBbe
0 KOppeJSUA YacTell M CIIOCOOCTBYIOT yBenudeHHio aMmuiuTyasl SB aROM B mosicHu4HO-

KpeCTHOBOM CYCTaBe€.

3.9.3 AjsioMeTpHUs M OABUKHOCTH
CaruTranbHas OIBM)KHOCT B IOSICHUYHO-KPECTIIOBOM CYCTaBe CBsi3aHa KaK C pa3Mepamu

Tena (anaoMeTpudecku), Tak u ¢ popmoii 6era. SB aROM B MOsSICHUYHO-KPECTLIOBOM CYCTaBe
UMEET CTATUCTHUYECKH 3HAUMMBbIE OTPULIATENIbHBIE KOPPEISIIMM C JIMHEHHBIMU pa3MepaMu
no3BoHouHOTO ctosba (ITupcon r ot -0,363 10 -0,675) u maccoii tena (= -0,531) (Tadmn. 16). D10
0003HAYaET, YTO, C TOUKU 3pEHUs OOIIEro TpeHja, YeM KpyIlHee KHBOTHOE, TEM MeHee I'MOKUM
SBJISIETCS €0 MOSCHUYHO-KPECTIIOBBIA CYCTaB B CarMTTaJIbHOM IuiockocTu. Koppemsius Mexay
SB aROM wu maccoii Tena Bo Bceil BBIOOPKE BBIIIE, YeM KOPPEISLHs B JH000i MOABBIOOpKE 11O
dopme Oera (Oosee Toro, B 4 u3 6 momBwrIOOpOK (opm Oera 3nadeHus: [lupcon r sBISIOTCS
CTaTUCTUYECKU HE3HAYMMBIMH).

B03MOXHOCTh HCIIOIB30BAaHUS MPBIKKOBBIX (POPM Tajona orpaHMYeHa y MapHOKOIBITHBIX
pasmepamu. Hamu nanneie noka3sbiBaiot, 4to Bec B 200-300 kr siBisieTCs BEpXHEH IMIaHKOM st
MPBIKKOBO (hOpMBI rajorna, xapakTepHoi Asis ko3 u 6apanoB. Bec B 200-400 kr siBnsieTcst BepXHel
IUTAaHKOM JJIi IPBDKKOBO-CKOPOCTHOM (opmbl Oera. Ilpu panbpHelieMm yBeJIWYEeHHU Pa3MeEpOB
MapHOKOIBITHBIE MEPEXOAAT K Oojiee IKOHOMHUYHBIM (hopMaM rajomna, TaKMM Kak HOIyTsDKenas
¢dopma Oera, XapakTepHas Ui COBPEMEHHBIX ObUBMX. Tak, s camMoro KpymHOTO |3
npenctaBuTeneil moacemeiictea Caprinae, oBIeOBbIKa, XapakTepHa MoiyTsikenas (opma Oera,
KOTOpasi TOYHO SIBJSIETCS BTOPUYHO BO3HUKIIEH B 3TOM mnojcemeiictBe. Camble TsDKENbIE U3
MapHOKOIIBITHBIX, 0ET€MOTBHI, UCIIOJIB3YIOT rajlon Juid nepeasmxenus noxa soaoi (Coughlin & Fish,
2009), HO epeaBUTAIOTCS C TOMOLIBIO PHICH U XOABOBI HA CyIlIe. ITO MOKHO pacCMaTpuBaTh Kak
KpaliHUI BapuaHT NOJYTsXesloil ¢Gopmbl Gera, KOTOPBIM MPUOIMKAETCS K TPaBUIOPTAILHOMY
HEepPEeIBKEHNUIO CJIOHOB, KOTOpbIE BTOPHYHO MOTEPsUIM CHOCOOHOCTH K Oery, u Hauboiee
CKOPOCTHBIM aJUTFOPOM JJISI KOTOPBIX sIBJIsieTCst ObICTphIi miar (['ambapsiH, 1972).

C npyroii cTOpoHBI, OBIIO MOKa3aHO, YTO B IOJIBHIOOPKE MAapPHOKONBITHBIX CO CpeaHei
Mmaccoi (nuana3oH 34,5-139 kr) SB aROM B nmosICHUYHO-KPECTLIOBOM CYCTaBE€ CTAaTUCTUYECKU
3HAYUMO pa3lInyaeTcs y TMpeAcTaBUTeNed C pasnmuuHbiMu  ¢dopmamu Oera. HawmGombmme
aMmuTyasl SB B MOSCHUYHO-KPECTLIOBOM CYCTaBe XapaKTepHbl JUIsI IMApPHOKOMIBITHBIX,

UCTIONB3YIOIINX TMPBDKKOBYI0 U TPBDKKOBO-CKOPOCTHYIO ¢opmy Oera (Puc. 22 B). Bnusuue
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amoMeTpuu Ha SB aROM B 1OSICHUYHO-KPECTIIOBOM CYCTaBE CUIIBHO CHIXKAETCS B MOJBBIOOpPKAX
MAPHOKOIBITHBIX, KOTOPBIE HE UMEIOT OOJBIIOro pazdpoca mo Macce Tena. Tak, B OABBIOOpPKE
KOTIBITHBIX OT 34,5 10 139 Kr CBsI3b MOABMKHOCTH M MAcChl Tela HeIOCTOBepHA (KO3 PHUITUEHT
xoppensuuu Iupcona ymenbimaercs 1o -0,140, a R? B crenennoii perpeccun mo 0,031). D10
MIOKA3bIBACT, YTO y KOMBITHBIX CXOJHOTO pa3Mepa amIuuTyga SB B MOSCHUYHO-KPECTIIOBOM
CyCTaBe B IIEPBYIO OYEPE/Ib CBsI3aHa C IOKOMOTOPHOM Clieluanu3aei.

Cpenn MenKux aHTWION (BKJIKOYas Bujopora) Oojee Bbicokue 3HaueHHs SB aROM B
HOSICHUYHO-KPECTILIOBOM CyCTaBe ObLIIM OTMEUEHbI Y BUAOB Antilope cervicarpa, Gazella gazella,
Gazella subgutturosa, Madoqua saltiana, Nanger soemmerringii, Qurebia ourebi, Philantomba
maxwellii, Philantomba monticola, Raphicerus sp., UCHIONB3YIOIUX K NPBIKKOBO-CKOPOCTHYIO
dopmy 6Gera (n =19, mean = 22,3°, 95% CI: 20,7-23,8°), Toraa kak y BU0B, IPUCIOCOOIEHHBIX K
BBIHOCJIUBOMY CKOpPOCTHOMY Oery (Antilocapra americana, Procapra gutturosa, Procapra
picticaudata, Saiga tatarica), NOJBUKHOCTb B MOSICHUYHO-KPECTIIOBOM CyCTaBe 3aMETHO HUXKeE (N
=12, mean = 16,0°, 95% CI: 14,6-17,5°) (Puc. 24). 3ToT BBIBOJI TOATBEPKAACTCS TIPU CPABHCHUH
ceBepHoro ojieHs (n = 8, mean = 11,2°, 95% CI: 10,1-12,3°), ucnosnbs3yromero CKoOpoCTHON Tajiol
u 1pyrux BuoB cemeiictBa Cervidae (Mckitouast Oeraroumx XoaynsHoi hopmoii ioceit) (n = 21,
mean = 16,9°, 95% CI: 15,5-18,3°), ucnonb3yromux OpbDKKOBO-CKOPOCTHOU Oer. CiemyeT
OTMETHTh, uTOo cymmapHbli SB aROM B mosicau4Hoi o6mactu ceBepHoro oneHs (35°) Takxke
CymecTBeHHO MeHbie, yeM y apyrux Cervidae (53,6-55,8°) (Belyaev et al, 20216). Ilpu
UCIIOJIb30BaHNE CKOPOCTHOM (hOopMBbI Oera y KOMBITHBIX CKOPOCThH Tajiona yBEJIWYUBAEeTCS B
OCHOBHOM 32 CYeT yBeJInueHHst yacToThl maroB (I'ambapsiH, 1972). 1 Ha060pOT, P MPBIKKOBO-
CKOPOCTHOH W TpPBDKKOBOM (hopmMax Oera CKOPOCTh YBEIHMYMBACTCS B OCHOBHOM 3a CYET
yBEJIMYEHUS JUIMHBI 1l1ara, 4to obdecneunBaeTcs yBennueHuem amiuintyn SB ROM B cycraBax
KoHeuHocTel u cniuHbl (Puc. 28 a, 0).

[TosiCHUYHO-KPECTIOBBIN CYCTaB y KPYMHBIX MApHOKOMBITHBIX MajomobuieH (Tabnuma 4 B
[Mpunoxenun 2). Cpeau Bovini u Hippopotamidae cpeanss amrmumtyna SB B mosicHUYHO-
KpectioBoM cycraBe (mean = 10,7-11,0°) jumpe B monTopa pa3a MPEBBINIACT CPEIHIOIO
MOJIBIOKHOCTh B TOSCHUYHBIX cycTaBax (mean = 7,1-7,6°). Haumensmume amrmutynsl SB B
MOSICHUYHO-KPECTIIOBOM CYCTaBE XapaKTepHBI NSl KMBOTHBIX, MCHOJNB3YIOUIMX XOMYIbHYIO U
noiyTsokenyto popmy Oera. Tak, y nuzyuennsix Giraffidae, SB aROM B mosiCHUYHO-KPECTIIOBOM
cycraBe (mean = 7,4°) naxe Hike, ueM cpennsis SB aROM B nosicHMUHBIX cycTaBax (mean =

7,5°), uto xapaktepHo u ams jocs (8,6° mpotus 9,3°) (Puc. 21 a).
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Puc. 28. 'anon y HEKOTOPBIX NAapHOKOMBITHBIX. JIeBast kojoHKa (a, 0) "mopcocTabuiIbHBIN" TajIoI,
npaBasi KOJOHKa (B, T) — "mMOpcoMOOWIBHEIN" ranom. (a) ceBepHBI ONeHb Rangifer tarandus
(®otorpadus nmpenocrasiena Kesunom Jlucoroii, https://kevinlisota.photography); (6) caiirak
Saiga tatarica (®ortorpadus npenocrapneHa Hukomaem JlenucoBwiM); (B) muuu Kobus leche
(Dortorpadus mnpenocraBnena Okavango Horse Safaris, nensra OxaBanro, borcBana,
http://www.okavangohorse.com); (r) razenp Tomncona Eudorcas thomsonii (®otorpadus
npenocrtasiena [lomom Coynepcom, WorldFoto). Pe3kuit u3rn6 mosicHU4HO-KpeCTIIOBOTO OT/AeIa
B (ba3e mepeHoca KOHEUHOCTEW OTIMYAET JOPCOMOOUIIBHBIE BHABI OT JOPCOCTAOMIBHBIX —
XapaKTEPHU3YIOMIMXCS MPAKTHUECKH TOCTOSTHHO TPSMOM CIUHOW BO Bcex (azax ramoma. U3
Belyaev et al., 2022a ¢ u3MeHEHUSIMH.

[TpryrHON TaKOTO TOHWKEHHUSI CaruTTalbHOW THOKOCTH Yy KPYIHBIX M TSDKENBIX
MApHOKOIIBITHBIX SIBJISIETCS aJUIOMETPUYECKUN POCT KUBOTHBIX. [Ipyu M3MeHeHun pa3mepoB Tena
0e3 Kakux-1M00 M3MEHEHMH NpOonopHui (M30METPUUYECKUIl pOCT) JHMHEWHHBIE pa3Mephl Tena
YBEJIMYMBAIOTCS JIMHEWHO, a BEC Tejla pacTeT KyOWdecku (Tak, MpHU YBEIHMUYEHHM JIMHEHHBIX
pa3MepoB BBOE, BeC Tella yBeTHMUUTCs B § pas). [Ipr 3TOM MBIIIIIBI )KHBOTHOTO JTOJKHBI OKA3aThCS
CJIMIIKOM CJIa0BIMU JJIS TaKOro HOBOTro Teya. UToObl KOMIEHCHpOBaTh M30BITOK Beca Oolee
KPYIHBIE XMBOTHBIE MMEIOT TEHJCHLHIO K IMEepecTpoiKe CBOETO JIOKOMOTOPHOTO armapara.
bnarogapst sTomy, Harpy3ku, BO3HHKAIOIIUME MPU OBICTPOM JIOKOMOLIMH B KOCTSAX, MBIIILAX H
CYXOXKWIIMSX Y KPYITHBIX KHUBOTHBIX (TaKUX Kak OyHBOJ M CIIOH), HE MPEBBIIIAIOT 3TH HATPY3KH Y
pa3nmuuHbIX O0ee Menkux miiekonuTaromux (Alexander et al., 1979). IX KOHEYHOCTH CTaHOBATCSI
6oJiee KOPOTKUMH, YTIJIbl MEXY KOCTMH B CyCTaBax CTaHOBATCA Oosiee TynbiMu (Ommke Kk 180°),
COKpAIIIaeTCsl OTHOCUTENbHAS JUIMHA, U KaK CIEICTBUE, aMIUIUTYJa COKpPAILICHUS MYCKYJIbHBIX

BosiokoH (I'amGapsiH, 1972; Biewener, 2005). 13-3a 3TOro yMeHbIIaeTCsl aMILUIATY/IA IBHKCHUS B
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CycTaBax KOHEYHOCTEH. B pe3ynbraTe CHM)KAIOTCS 4acTOTa IIUKJIOB M aMIUIMTyAAa BEPTUKAJIBHBIX
KoseOaHmii Tema Bo Bpems Oera. Taxke Jiisi mpencTaBUTEIeH XOMYIbHONW M MOTYTSHKEI0N Gopm
Oera xapakTepHO YMEHBIIICHHE aMILUTHTY/l TOABM)XHOCTH B MosicHU4YHBIX (Belyaev et al, 20216) u
nosicHnyHo-KpecTioBoM (Belyaev et al, 2022a) cycraBax. Takum o00pazom, OONBUIMHCTBO
KPYIHBIX TTapHOKOIBITHBIX MOXHO CUUTATh "MOPCOCTAOMIBHBIMHU" KUBOTHHIMH B MOHHMaHHE
[LIT. l'ambapsina (1972).

Bricokue ammuiutyael SB B MOSCHUYHO-KPECTIIOBOM CYCTaBE XapaKTEPHBI JUIsl MEJIKUX U
IPOBOPHBIX MAPHOKOIMBITHBIX. [l 3THX JKMBOTHBIX TAaK)K€ XapaKTepHa BbICOKash CyMMapHas U
cpennss SB nmoasmwkHOCTh B otAene RfL cycTaBoB u moscHu4HOM OT/ene no3BoHouHuKa (Tabm.
17). HaubGonpmas ammiutyna SB NHOABMXKHOCTM XapaKTepHa [UIsl BUJOB, HCIOJIb3YIOIINUX
IPBDKKOBYIO U IPBIKKOBO-CKOPOCTHYIO (hopMbl Oera. HanGonpmre amMmmiuTyasl SB B oscHU4HO-
KPECTLIOBOM CyCTaBe y MapHOKONBITHBIX (Puc. 21) HaxonsaTcst Ha OAHOM YpPOBHE C TaKHMU
XUIIHBIMH, KaK BOJIK, Komika, TUTp U sryap (19,6-28°) (Ileuteimayk, 1975; Gal, 1993; Jones et al.,
2020) 1 3aMeTHO yCcTymHaeT TOJIbKO cobake u 6apcyky (37-45°) (Gal, 1993; Benninger et al., 2004).
bonee TOro, mNOABM)KHOCTH B OJHOM TOJNBKO IOSCHUYHO-KPECTLIOBOM CYCTaBe 3THX
HapHOKOMBITHBIX NpHOIMKkaercs k cymmapHomy SB aROM Bo Bceit OSICHUYHOM 001aCTH y TaKUX
KPYITHBIX U TSDKENBIX KOMBITHBIX, Kak Giraffidae u Hippopotamidae (30,5-34,6°) (Belyaev et al,
20216). Takum oOpa3oM, MHOTHME MEJKHE U CpPEIHHE MO pa3Mepy MapHOKOIMBITHbIE MOTYT
cuntarbes "mopcomobmbHBIMU" B TepMuHax ['ambapsina (1972) (Puc. 28 B, 1).

MOXXHO MOAYEPKHYTh CIEIYIOLIYI0 3aKOHOMEPHOCTh — Y MAapHOKOIBITHBIX, Y KOTOPBIX SB
aROM B NOACHHMYHBIX CyCTaBaX BBICOKMH, OH BBICOK M B IOSCHHUYHO-KPECTLIOBOM CYCTaBe,
npuyeM B 3ToM cyctaBe SB aROM npeBocXoanuT TakoBOI BO BHYTPUIIOSICHUYHBIX cycTaBax. Eciu
’K€ TTOIBUKHOCTD MOSICHUIBI HU3Kast, TO SB aROM B OsICHUYHO-KPECTIIOBOM CYCTaBE HAXOJIUTCS
Ha TOM K€ YPOBHE WJIH JIMIIb HE3HAUNTEJIbHO PEBOCXOIUT MOJBI)KHOCTD BO BHYTPHUIIOSICHUYHBIX

cycTaBax.
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IJTABA 4. ITOABUXHOCTDb IO3BOHOYHOI'O CTOJIBA Y

HEINAPHOKOIIBITHBIX
4.1 UcciienoBanus MOABHKHOCTH MTO3BOHOYHOIO CT0JI02 Y HEMAPHOKONBITHBIX
Perissodactyla — »oTo napeBHMII W B TPONUIOM KpailHE pa3HOOOpa3HBIM  OTpAN

muekonuTarommx (Simpson, 1945; Meredith et al., 2011; Steiner & Ryder, 2011). B otnuume ot
MapHOKOTIBITHBIX, OCHOBHAS aJallTUBHAS paUAIsl CPEI HETTAPHOKOIBITHBIX MTPOUCXOINT YKE B
panHeM soreHe (Prothero & Schoch, 2002); coBpeMeHHbIE HENApPHOKOIBITHBIE IPEICTABIISIOT
co0Oi JIMIIb CKPOMHBIE OCTAaTKM HEKOIZa CYyIIECTBOBABLIETO pa3HooOpasus. PereHTHbIE
HEMApHOKOIIBITHBIE ~ BKIIIOYAIOT — MPEJICTaBUTEICH CPEAHMX M KPYHNHBIX 10  pasMmepy
PACTUTENBHOSIHBIX MJICKONUTAIONINX, NIpPHUHAUIeKAIMX K TpeM cemeiictBam: Tapiridae,
Rhinocerotidae nu Equidae. Ix npeacTaButenu A0BOJIBHO CHJIBHO OTIMYAKOTCS APYT OT JIpyra u
UMEIOT CelM(pUIECKU U JIETKO pa3IMuUMbIi 3KCTEPbEp.

CewmeiictBo Tapiridae mpencTaBieHo B COBpeMEHHOH (payHe OTHOCUTENEHO KOPOTKOHOTHMHU
YKUBOTHBIMH CPEIHET0 U KpYyMHOTo pasmepa (Bec 10 400 kr y manaiickoro tanmpa), KOTOpble B
OCHOBHOM oOuTaroT B JiecHbIXx Owotomax (Wilson & Mittermeier, 2011). Mopdomnorus
[OCTKPaHUAJILHOTO CKeJIeTa TalMpOB apXauyHa, OHAa OYEHb CXOXKa C Mopdosorueil MeaKux
NaJICOTEHOBBIX HEMAPHOKOIIBITHBIX U MTPUBJICKAET BHUMAHHE HCCIIEIOBATENCH yKe Ha MPOTSHKEHHE
150 et (Cope, 1873; Radinsky, 1965; Rose, 1996; Holbrook, 2001; MacLaren & Nauwelaerts,
2020). [Ins BHeWIHEro BHJA TaNMpPOB XapaKTepHA CHUJIIbHAS HCKPHUBIEHHOCTb IOSICHUYHO-
KPECTIIOBOTO OT/elia TO3BOHOUHHUKA, B PE3yJIbTaTe Yero WX CIHUHA BBINIAIUT aKpooOpa3Hoii.

[TpencraButenn cemeiictBa Rhinocerotidae sBISAIOTCS OXHUMH M3 CaMBIX KPYIHBIX
Ha3eMHBIX MJICKONHUTAIONINX, CYHIECTBYIOIIMX CEroiHs. bomee Toro, Oenblii M HMHIAMICKHE
HOCOpPOTM — JTO CaMble KpYNHBIE W3 HBIHE >KUBYIIUX MIICKOITUTAIOIINX, COXPAaHUBIIIHE
CITOCOOHOCTh HMCIOJIB30BaTh CIENU(PUICCKUI acCHMMETpUYHBIA ayuttop — ranon (Alexander &
Pond, 1992). [lpyrue kpymnHeiilniie Ha3eMHbIE MIICKOMHUTAIOMINE OOJBIIE HE HCIONB3YIOT IS
nepeABIKeHNs ranon. Tak clIOHBI BOOOIIEe HE CHOCOOHBI K Oery, X Hauboiee CKOPOCTHBIM
aJUTIOPOM SBJISIETCSL OBICTPBIH I11ar, B KOTOPOM OTCYTCTBYIOT Oe3onopHbie (asel (I'ambapsH, 1972;
I'amOapssn & PyxksH, 1974; Hutchinson et al., 2003). OCHOBHBIM Ha3eMHBIM aJUTFOPOM
OOBIKHOBEHHOT'O OEreMoTa SIBJISIETCSl PhICh, XOTS ATH JKUBOTHBIE BCE €Il MCIIONb3YyeT rajon s
nepensrxkerus o Boaoi (Coughlin & Fish, 2009).

[IpencraButenu cemeiictBa Equidae Xopomio u3BECTHBI CBOEH CKOpPOCTbIO Oera u
BBIHOCTUBOCTHIO. Jlomaan SIBASIOTCS KJIACCHUYECKHM MPHUMEPOM TOPCOCTAOWIBHOTO Tajora,
KOTOPBI  TPaJWIMOHHO MPOTHBONOCTABISIETCS  JOPCOMOOMIBHOMY Tajiolly — XHUIIHUKOB

(Hildebrand, 1959; I'amGapsia, 1972).
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HccnenoBanus OMOMEXaHUKM TO3BOHOYHMKA, M, B YACTHOCTH, JMAla3oHa JBM)KCHUS B
MEXKIO03BOHKOBBIX cycTaBax (ROM), UMEIOT y HEMapHOKONBITHBIX JOJTYI0 UCTOPUIO, HO BCE 3TU
UCCJIEIOBAHUS OBLIM TOCBSILEHBI TOJBKO OIHOMY BUAY — JAoMaiiHei nomanu (Equus ferus
caballus). Ins nzyuenus ROM y nomaeit mpoBOAUINCH KakK in Vivo, TaK U in vitro NUCCIIeIOBaHUS,.

B mepBom wmccienoBaHUM MEKIIO3BOHKOBOW TOABMXKHOCTH Y JIOMAITHEH Jomaau ObUIO
nzydyeHo SB aROM B mnosicangHo-kpecTiioBoM cyctaBe (IIpmmemmuyk, 1975). B stoit pabore
aMIUIMTy[a TOJABIKHOCTH M3MEpsUlach Ha PEHTICHOBCKMX CHUMKax. B Oonee mo3gHux
UCCIIEIOBaHUAX OBbLIM M3Y4YEeHBI BCEe TpU cocTaBisoume noasmwkHoctu (SB, LB u AR) Bo Bcei
TyJIOBHIHOW YacTu mo3BoHOYHHMKA (Townsend et al., 1983), a Takxke MOABHKHOCTH MICHHOTO
ornena (Clayton & Townsend, 1989a, 6). ABTOpbl ATUX pabOT (PUKCUPOBAIH H3MEHEHUE
MOJIOKEHHSI MAapKEPOB, 3aKPEIVICHHBIX Ha OCTHCTBIX OTPOCTKAX MMO3BOHKOB C MOMOIIbIO OylaBOK
Hlraiimana, no u mnocne crubanus Ha ¢Qororpadgusx. B 3Tux wucciaenoBaHusix enie He
UCTIOJIB30BAJICS CTAaHAAPT METUIIMHCKUX UCCIIEIOBAaHUN OMOMEXaHUKH TTO3BOHOYHHKA Y YEJIOBEKa,
IpEINoJIaranii UCII0JIb30BaHUE CIIEIUMAIBLHOTO CTaHKa, KOTOPBIM 00ecrieunBaeT PUKCUPYEMYIO
HArpy3Ky Ha KaKIblii CyCTaB CO CTaHJapTU3UPOBAHHBIM 3HAYCHHEM KPYTSIIEr0O MOMEHTa (CM.
White & Panjabi, 1990). Crubanue nosicanunoro otaena (IIsuibimuyk, 1975) unu naxe Bceit
TynoBuIHOW YacTu no3BoHouHHKA (Townsend et al, 1983) mpoBomunock 6e3 cerMeHTaluu Ha
FSU (nmaps! win TpoiKH 1MO3BOHKOB, UCIIOIb3yEMbIE B MOI0OHBIX SKCIIEPUMEHTAX CETOHS).

In vivo uccnenopanus ucnoiabzyemoro ROM (uUROM) y nomaniaux sorraiei mpoBOJMINCH
C TIOMOIIIBIO aHaTN3a KUHEMaTHKU MapKepOB, 3aKPETJICHHBIX Ha KOXKE MIJIM UMILUIAaHTHPOBAHHBIX B
BEPXYIIKH OCTHUCTBIX OTPOCTKOB II03BOHKOB. B MHOTOYMCIEHHBIX HCCIEIOBAHUSAX ObUIN
noJy4yeHsl 1aHHble 00 ammuintynax SB, LB u AR Bo BpeMs XoabObl, pbICH U Tajiona y JOoLaaeH,
nepeaBUTaroImMxcs Ha 0eroBoit qopokke (Audigie et al, 1999; Pourcelot et al, 1998; Haussler et
al, 1999, 2001; Faber et al, 2000, 2001a, 6, 2002; Wennerstrand et al, 2009). B 6onbuHCTBE 3THX
paboT OCHOBHOE BHHMAaHHE YIENSIOCH MOSCHUYHOMY OTJIENy MO3BOHOYHOTO cToj0a. Mapkepsl
¢uKcupoBanrch TMO0 HAa ONpPEAETCHHBIX MO3BOHKAX B TPYIHOM, MOSCHUYHOM M KPECTIIOBOM
ornenax (Audigie et al, 1999; Pourcelot et al, 1998; Faber et al, 2000, 2001a, 6, 2002;
Wennerstrand et al, 2009), 1100 Ha HECKOIBKUX MOCIIEAOBATEIbHBIX MO3BOHKAX B OTHOM OTJIEJIe
no3BoHo4yHOTro cTosiba (Haussler et al, 1999, 2001). B nepBoMm cityuae olieHuBaIach peruoHaibHas
KMHEMaTHKa MI03BOHOYHUKA, & BO BTOPOM MEKIT03BOHKOBAsi KWNHEMATHKA.

[TonBrxHOCTH MO3BOHOUHOTO cTosi0a y Tapiridae, Rhinocerotidae u 6onbmnncTBa Equidae,

paHee B006H_[e HC U3YYaJINCh.

4.2 UcciienoBaHHbIA MaTepUaJl
UccnenoBanne mNOABUAKHOCTH MPEIKPECTIIOBOTO OTAEda MO3BOHOYHHMKA OXBAThIBAET

HpeHCTaBHTCHeﬁ Bcex 3 COBPEMCHHBIX CEMEUCTB HCMMApHOKOIIBITHBIX: 3uz 4 BUJOB TalITUPOB, BCC
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5 BUI0B HOCOPOTOB U Bce 7 BuoB Jyomanei (Wilson & Mittermeier, 2011; Vilstrup et al., 2012;
Ruiz-Garcia et al., 2016). I[TonHbIi crTUCOK UCCIIETOBAaHHBIX JKUBOTHBIX MIpecTaBieH B Tabmuie 5
(cwm. TIpunoxenue 2).

W3ydeHHbI MaTepuanl OTHOCUTCS K cleayromuM komekiusaMm: Naturhistorisches Museum
Wien (NMW), Bena, Ascrpusi; 3oomapk PoctoBa-na-lony (RZ), Pocros-Ha-/lony;
3oonornyeckuit ”HCTUTYT PAH (ZIN), Cankr-IletepOypr; 3oomoruueckuii myzeir MockoBCKOro
rocyzapcTBeHHoro ynupepcurera umenn M.B. JlomonocoBa (ZMMU), MockBa. B kauectBe
CPaBHUTEJIFHOIO MaTepHaja UCIOIb30Balack 0a3a JaHHBIX 10 53 0CO0SM NapHOKOMBITHBIX, IS
KOTOPBIX paHee Oblja M3y4YeHa MOJBM)KHOCTH BO BCEM IPEIKPECTIIOBOM OTAEJE MO3BOHOYHUKA
(Belyaev et al., 20216, 2022a). Bce u3yueHHble 0COOM MPEACTABIECHBI B3POCIBIMU )KHBOTHBIMHU,
MOCKOJIbKY MOP(OIOTHs MO3BOHKOB MOJIOABIX 0c00el He 10 KOHIa C(hOPMUPOBAHA U OTIMYACTCS
0T B3pocibix ocobeilt (Benninger et al., 2006).

BONMBIIMHCTBO M3YyYEHHBIX HEMAPHOKOIBITHBIX (KaK M MApHOKOMBITHBIX) MPEICTABICHBI
YKUBOTHBIMH, COJIEP’KaBIIMMUCS B HEBoJIE. JKU3HD B HEBOJIE MOXKET OBITh CBA3aHA C YBEJIUUEHUEM
YHClia NaToJIOTUH (BKJIOYasi MaTOJIOTUU MO3BOHOYHUKA) U U3MEHEHUSAMU B MOP(OJIOTUN KOCTel
CKeJIeTa 10 CPaBHEHUIO € )KUBOTHBIMH, KUBIIUMU B Aukoil mpupoze (O'Regan & Kitchener, 2005;
Canington et al., 2018). Takum 00pa3oM, OTYYCHHBIE B HACTOSAIIEM HCCICIOBAHKIE PE3YIIBTATHI
MOTYT JI0 HEKOTOPOH CTETEeHW OTIMYAThCs OT JAHHBIX JUIS T€X K€ BUIOB, XUBYIIUX B JUKOU
pUpOJIE.

4.3 Metoauka

4.3.1 Ucnouab3oBaHHbIe opmMy.ibl
Kak m B Hamem wuccienoBanud 1o mnapHokonbeITHBIM (Belyaev et al.,, 20210),

UCTIONIb30BaHHBIC TSI pacdyeTa GOpMYIIbI OBUTH OTKATUOPOBAHBI 1O i Vitro NAHHBIM IS OBEII,
ceuaeil u xopoB (Wilke et al., 1997a, B, 2011). D10 cBA3aHO C TeM, YTO HU ISl OJHOTO W3
HEMApHOKOMBITHBIX, JaXe JJid JOMAallHed Jolmaau, HET AaHaJOTWYHBIX MO0 TIOJHOTE U
JIOCTOBEPHOCTHU JAAHHBIX i1 Vitro UCCIEI0BAHUN IO TOJBUKHOCTH MO3BOHOYHUKA. Vcnonb30Banue
JUTSE KaJIMOPOBKH MOJICNH JAHHBIX N Vivo HCCICIOBAHWHA TakKe HEBO3MOXHO, TOCKOIBKY Y
JIoTIa Iel TaKue UCCIIEAOBAHMS TPOBOSATCS HAa OETOBOM JOPOXKKE, UTO 3HAYUTEIIBHO OTPAHHYNBACT
BO3MOYKHOCTH KMBOTHOTO MPOAEMOHCTPUPOBAThH MONHBIM UROM BO BCeX TpexX COCTaBISIOMIMX
nBkeHus (ocooenno B LB u AR). IIpsimoe cpaBHenue nanubix in vivo (Haussler et al., 1999,
2001; Faber et al., 2000, 2001a, b; Wennerstrand et al., 2009) wu in vitro uccienoBaHui
(ITemermayk, 1975; Townsend et al., 1983) nmokaseiBaeT, uto ammmutyasl SB u LB uROM gcerna
3HauUUTENbHO HUXke, yeM aROM. Orta aucnponopuus Mexay uROM um aROM sBusercs
apTeakToM SKCIIEPUMEHTOB Ha OeroBoil mopoxkke. MakcumanbHble aMIuIUTysl UROM Moryt

OBITh TPOJEMOHCTPHUPOBAHbI JKUBOTHBIM TOJBKO BO Bpemsi Oera, npebkkoB (SB) wu
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maHeBpupoBanus (LB u AR) Ha npenesne ero BO3MOXHOCTEN, YTO HEBO3MOYKHO B OKCIIEPUMEHTAX
Ha OeroBoil Nopoxke. B 1a0opaTOpHBIX YCIOBHUSAX TOJNBKO YEJIOBEK MOXKET IMPOU3BOIBHO
MPOAEMOHCTpUPOBaTh HauOomnpire amMmuTyasl UROM, uTto HeoOXoAMMO MJsi KOPPEKTHOTO
cpaBHeHus ¢ aROM. UwmeHHO 751 4YenoBeKa, pe3yJabTaThl PA3TUYHBIX MEIULMHCKHUX
HCCIICAOBAaHUN OMOMEXaHUKHU ITO3BOHOYHMKA MOKAa3bIBaiOT, uTo 3HauecHHI UROM um aROM B
ocHOBHOM cx0xH (Yamamoto et al., 1992; Panjabi et al., 1994, 2001; Wilke et al., 2017).

Hcnonp3oBanne omHux M Tex ke KodhdumuentoB mias pacuera aROM y mapHo- u
HEMapHOKOIIBITHBIX TaPaHTUPYET, UTO BCE MEKIPYIIIOBbIE/MEKBUIOBBIE PA3INYMS B aMILUIUTYIAX
aROM, BbIsIBIIEHHBIE B JAHHOM MCCJIEI0BAaHUH, CBA3aHbI TOJIBKO C FEOMETPUEN MO3BOHKOB U UX
cycTaBHbIX NoBepxHocTed. Mcmonb3yemble Qopmynbl npenctasieHsl B Tabmuue 11. Crout
OTMETUTh, 4TO (opMysa, aJlaTUpOBaHHAs Ui pacuera SB B MOSCHUYHO-KPECTIIOBOM CYCTaBe
napHokonbITHEIX (Belyaev et al., 2022a), He MOAXOAUT /7Sl UCIIOIB30BAHUS Y HEMTAPHOKOIBITHBIX,
MIOCKOJIBKY Y MCCIIEIyEeMbIX )KUBOTHBIX OTCYTCTBYET XOPOIIO BBIpaKeHHAs 3a(haceTouHast SMKa CO
cromopamMu. Takum o6pasom, SB aROM B nNOSCHUYHO-KPECTLOBBIX CyCTaBax Yy
HEMAPHOKOIBITHBIX HE MOXET OBITh PACCUUTAH TaK K€ TOUHO, KaK Y MaPHOKOIIBITHBIX.

JUtnHBL 1 IpONOpUKU ObUIM M3MEPEHBI U PACCUMTAHBl TAKXKe, KaK OIMCAaHOo B pasaeine 3.3.2

AJId TIApHOKOIIBITHBIX.

4.3.2 Ilpouenypa aHaau3a JaHHbIX
AHanu3 J1aHHBIX COOTBETCTBYET ONUCaHHOMY B paszgene 3.3.4. JlanHele 1O

HETIApHOKOMIBITHBIM  (n=29) OBUTM MpOaHAIW3UPOBAaHBl B CPaBHEHWHM C JaHHBIMH TIO
MapHOKOIBITHBIM (n=53).

Merton Xonbma-boHdeppoHH HCTIONB30BANCS i KOHTPOJIS YPOBHS OLIMOOK MEXIy
rpynnaMy KONBITHBIX Mpu ucnonb3zoBaHuun ANOVA. Jlng onpeneneHus: TUIIa MECTOOOUTAHUS U
MUTaHUS HCIIONB30BaINCh jJuTeparypHble naHHble (CokonoB, 1979; Janis, 1982; Wilson &
Mittermeier, 2011).

ITo xnaccuduxanuu ¢popm oera ILI1. I'ambapsna (1972) Equidae oTHOCATCS K CKOPOCTHOIM
dopme Oera, Rhinocerotidae k momyTspkenoi, a Tapiridae k TapanHoii. Onricanue Bcex Gopm Oera

JlaHo B pazzene 3.3.4.

4.4 XapaKkTepuCTHKA MO3BOHOYHOI0 CTOJ10a
(I>0Torpa(1)m/1 IMO3BOHOYHBIX CTOJIOOB y 14 BHUJI0B HCIIAPHOKOIIBITHBIX MPEACTABIICHBI OHJIaMH

B https://doi.org/10.6084/m9.figshare.21276723.

Yucno npenkpecTHOBBIX MMO3BOHKOB Y HENAPHOKONBITHBIX CYLIECTBEHHO BBIIIE, YEM Yy
MapHOKOMBITHBIX (29-32 mpotuB 25-27; cpennee 30,25 mpotuB 26,14) uz-3a Oonbliero ymucia
rpyaHbIX 1M03BOHKOB (Tabmmma 25). KonmndgecTBO MpenkpecTIOBBIX MO3BOHKOB Y JIOMIAeH B

cpenHeM Ooubliie, 4eM y HocoporoB u TanmupoB (mean = 30,8 mpotus 30,2 u 29,25) 3a cuer
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00JBIIIETO KOJIMYECTBA MOSICHUYHBIX TTO3BOHKOB. [ PyHOI OTAEN y HEeNapHOKOMBITHBIX COCTOUT U3
18-20 mO3BOHKOB, MOSICHUYHBIN — U3 3-6 mo3BoHKOB (Tabnwma 6 B [Ipunoxennn 2). Haubonbmee
(20) KOMMYECTBO TPYAHBIX U HaUMEHbIIEe (3) KOJIMYECTBO MOSCHUYHBIX ITO3BOHKOB XapaKTEPHO
JUIsT HOCOPOTOB; HauOoubliee KOTUYECTBO (6) MOSCHUYHBIX MO3BOHKOB XapaKTEpHO st
JOMIAANHBIX. [ PYIHOM OTIEN TO3BOHOYHOTO CTONI0A Y HEMAapHOKOMBITHBIX (Puc. 26) BriroyaeT B
CpeIHEM Ha IMTh M03BOHKOB Oosblie (mean diff = 5,18), yuem y nmapHokomnsiTHbIX. Hanportus,
KOJIMYECTBO MOSCHUYHBIX [TO3BOHKOB y HEMIAPHOKOMBITHBIX B HAIIEH BHIOOPKE MPUMEPHO Ha OJIUH
MeHbIIIE, YeM y nMapHOKonbITHBIX (mean diff = 1,06). Y napHokonsITHEIX uncio T cycTaBoB nuib
HemMHOro mpeBbimaer uucio RfL cycraBoB (mean 10,10 mpotuB 8,94, COOTBETCTBEHHO).
Hanpotus, y HenapHokonsITHEIX yrciio T cyctaBoB (mean = 17,59) 3HaunrensHo Oobiie (Z = -

4,555, p <0,001), yem uncno RfL cycraBoB (mean = 4,93).

Tabauna 25. YucioBble XapaKTEPUCTHKHA W MPOIMOPUUU JUIMH IMO3BOHOYHOTO CTOJ0a Yy
HEMAapHOKOIBITHBIX. N - KOJIMYECTBO CKEJIETOB, MCCIEJOBAHHBIX I COOTBETCTBYIOILETO
W3MEPEHHUS

SD K-S test Bun
Ilepemennas N Mun | Makc Cpenn
(Y] Mun Makc

C+T+L mo3BoHKOB 29 28 32 30.17 .96 .001 Multiple Eq. f. przewalsii
T n03BOHKOB 28 18 20 18.5 .69 .000 Multiple Multiple

L 1o3BOHKOB 29 3 6 4.76 1.22 .001 Multiple Multiple

S O3BOHKOB 25 4 7 5.4 91 .002 Multiple Multiple

Rf cycraBos 29 6 7 6.72 46 .000 Multiple Multiple

Tf cycraBoB 27 14 22 17.59 2.79 .000 Eq. f. caballus D. bicornis
RfL cycrasos 28 1 9 4.93 3.02 .000 Multiple Eq. f. caballus
C/(T+L+S) (%) 29 215 51,0 373 9,6 .005 T. bardii Eg. kiang
T/(T+L) (%) 29 | 712 88,0 77,9 5,6 .000 Eq. kiang D. bicornis
L/(T+L) (%) 29 [ 120 28,8 22,1 5,6 .000 D. bicornis Eqg. kiang
TH(T+L) (%) 29 | 617 96,2 79,2 13,0 .000 Eq. f. caballus D. sumatrensis
RfL/(T+L) (%) 29 3,8 38,3 20,8 13,0 .000 D. sumatrensis Eq. f. caballus

VY HenmapHOKOIBITHBIX JJIMHA MEHHOTO OT/EIA 110 OTHOIICHHUIO K JITTHHE TYJTOBHIIHON YacTH
no3BoHoyHuka (T + L + S) paznuuaercs B 1Ba ¢ mosioBuHOU pasza (Tabn. 25). ¥V nomaguHbIx
oTHOCUTeNbHas JuHa 1men (min = 40,9%, mean = 45,2%, max = 50,1%) npakTudecku He
OTJIMYAETCS OT CPeTHEN JITTMHBI IIIeH Y TapHOKOMBITHBIX (44,8%). [Tokazarenu momraneit HaXoasaTcs
MeXay KpynHbMH aHTunonamu, Cervidae, u menkumu antuinonamu (cpenuee 40,8%, 41,9% u
47,2%, coorBeTcTBeHHO; Puc. 25). [IpeacraBurenu cemerictB Rhinocerotidae (min = 28,1%, mean
= 30,1%, max = 31,4%) u ocobenno Tapiridae (min = 21,5%, mean = 23,4%, max = 25%)

o0nagaroT oueHb KOopoTkoi meer (Puc. 29). OTHOCUTENNbHAS AJIMHA IIEH Y TATUPOB M HOCOPOTOB
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conocraBpuMa ¢ MHHUMAJIBHBIMU 3HAUCHUAMU CPCAU TMAPHOKOIIBITHBIX, TAKUMHU KaK Yy Suina,

Hippopotamidae u Tragulidae (mean 24,2%, 26,4% u 28,9%, COOTBETCTBEHHO).

Rhinoceros unicornis

Equus ferus
caballus

Puc. 29. Ieiinsiit otnen (C1-T1) y pa3nuuHbIX HENApPHOKOIBITHBIX B BEpXHEM (a, B, [, K, U, JI) U
neBocTopoHHeM (0, T, €, 3, K, M) Buuax. (a-0) Rhinoceros unicornis (ZIN 1918); (B-r) Diceros
bicornis (ZMMU S-93020); (n-e) Tapirus terrestris (ZMMU S-184859); (x-3) Tapirus indicus
(ZIN 26435); (u-x) Equus zebra (ZMMU S-105152); (n1-m) Equus ferus caballus (ZMMU S-
102019). U3 Belyaev et al., 2023 ¢ u3MeHEeHUSIMHU.

JlmHa TPYIHOTO OT/IeNa MPEBBIIAeT JUIMHY TOSICHUYHOTO OT/elNa B CpeHeM 0ojiee YeM B
Tpu paza (Tabmx. 25, Puc. 30). OTHOCUTENbHAS ANTMHA osscHUUHOM obnactu y Equidae u Tapiridae
(mean = 26,3% u 21,3%, coorBeTcTBEeHHO) cxonHa ¢ TakoBoil y Giraffidae u Hippopotamidae
(mean = 25,2% u 24,5%), koTOpBIE MPEACTABISIIOT COOOH MHUHHUMYM CPEIU MAPHOKOIBITHBIX,

nosicHuyHas obnactsk y Rhinocerotidae eme xopoue (mean = 14,1%; Puc. 30).

125



Equus asinus

Puc. 30. Tynoumnass dvacth mno3BoHOuHHMKA (T1-S) y pa3sauyHBIX HEMApHOKOIBITHBIX B
JIEBOCTOPOHHEM (a, B, 1, XK, W) U BepxHeM (0, T, €, 3, K) Buaax. (a-0) Equus zebra (ZMMU S-
105152); (B-r) Ceratotherium simum (RZ 1); (n-e) Tapirus terrestris (ZMMU S-184859); (x-3)
Diceros bicornis (ZMMU S-93020); (u-x) Equus asinus (ZMMU S-74814). U3 Belyaev et al.,
2023 ¢ U3MEHEHUsMH.

[Tepexon ot Rf k Tf Tumy cycraBoB 3uranodu3oB y HOCOPOTOB, KaKk U y OOJIBIIMHCTBA
MApHOKOIBITHBIX, MOYTH BCErAa MPOHMCXOIUT Ha TEPBOM TPYIHOM IMO3BOHKE. Y Jomaaeld u
TalMpoB OH IPOMCXOAUT HAa BTOPOM I'PyJHOM IIO3BOHKE (3a MCKIroueHueM mnepexoga Ha T1 y

Tapirus terrestris ZMMU S- 93416).
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[Tepexon ot Tf k RfL Tumy cycraBoB y Equidae mpoucxoaut Ha npeanociensem (y 13 u3 16
ocobeit) wm Ha mocnenaeM (y 3 u3 16 ocoOeit) TpyIHOM TO3BOHKE. Y TAalMPOB U HOCOPOTOB
nepexo| MPOUCXOIUT MO0 Ha mpeanocienueM (y 7 u3 13 ocobeit), 160 Ha nocienHeM (y 6 u3
13 ocobeit) noscanyHoMm no3BoHke (Tabnuua 6 B [Ipunoxxenun 2). Takum oOpa3oM, y HEKOTOPBIX
TalMpPOB U HOCOPOTOB TOJIBKO MOSICHUYHO-KPECTIOBLIN cycTaB umeer RfL Tum cycTaBos.

Yucno Tf cycTaBoB y HEMapHOKOINBITHBIX 3HAYUTENLHO BBIIIC, YEM Y IMAPHOKOMBITHBIX
(mean diff = 7,49), a konmuuectBo RfL cycraBoB 3HaunTenbHO HIbke (mean diff =-4,01). Kpurepuit
Kpackena — Yomnuca yka3bIBaeT Ha CTaTUCTHUECKH 3HAYUMBIC PA3IHUUs MEXAY Pa3lIndHBIMU
rpyInaMH MapHo- ¥ HeNapHOKOMBITHEIX B uucie Tf (y* = 69,840, p < 0,001) u RfL cycrasos (> =
63,670, p < 0,001). AmocrepuopHblE MHOXXECTBEHHBIC CpPAaBHEHHWs IIOKa3bIBAIOT, YTO K
MOAMHOXECTBY ¢ HauOonpmuM yucioMm Tf u Haunmenbmum unciaoM RfL cycraBoB oTHOCATCS
Rhinocerotidae (Tf: mean = 20,75; RfL: mean = 1,38) u Tapiridae (Tf: mean = 20,25; RfL: mean
= 2). 1o uncny Tf cycraBoB Equidae (mean = 15,2) 006pa3yroT OTAeIbHOE MOJIMHOKECTBO MEKITY
MapHOKOMBITHBIME (cpenHee unciio Tf cycTaBoB, y KOTOPBIX BapbHPYyeT B Auana3zoHe oT 8,83 10
12) u ocranbHBIMH HenapHOKONBITHBIMU. [10 konmudecTBy RfL cyctaBoB Equidae (mean = 7,44)
HaxozaaTcs Mexnay Giraffidae (MuHHManbHOE cpefHee 3HAYCHHE Y MApHOKOMBITHBIX — 6,67) U
Bovini (mean = 7,86).

Bakneiimieir 0cOOEHHOCTHIO TTOSICHUYHOTO OT/IeNIa HEMAPHOKOMBITHBIX SIBIISIETCS HATHYHE
MEXITOTIEPEYHBIX CYCTaBOB. JTH CYCTaBbl 0OO0pa3ylOTCs MEXIy MONEPEYHBIMH OTPOCTKAMHU
Haubosee KayJaldbHBIX MOSCHUYHBIX MMO3BOHKOB, a TaK)K€ B IMOSCHHUYHO-KPECTIIOBOM CYCTaBe
MEXJy HOINEPEYHbBIMU OTPOCTKAMH IOCIEJHEr0 IMOSCHUYHOTO TIO3BOHKA M KPECTIIOBO-
MIOZIB3/IOIIHBIM cparieHreM. MeXIonepedHble CyCTaBbl JeNIaloT MEKITO3BOHKOBEIE CYCTaBbI Oosee
KECTKHUMH ¥ MEHEEe TIOIBIKHBIMHU W YaCTO SIBIISTIOTCS MECTOM CPAIEHHsI MEXy TIO3BOHKAMH; y
Jomaie ATH CpPAaIlEHUs MPOUCXOMIAT JOCTATOUYHO YAcTO MEXIY MOCIECAHUMH MOSCHUYHBIMU

MO3BOHKAaMH U B PEAKHUX CIIydasix B MOSCHUYHO-KPECTIIOBOM cycTase (Spoormakers et al., 2021).

4.4.1 CpaueHusi MexkAy NO3BOHKAMHU
B ornmune ot mapHokonbITHBIX (Belyaev et al., 20216), y M3y4eHHBIX HEMAPHOKOIBITHBIX

HaOmomaeTcss OOMBIIOE YHCIIO CpalleHWH TO3BOHKOB JPYyr C JAPYroM C TOJTHOW ToTepei
nonBwkHOocTH (Puc. 31). [Ipuyem cpamienus ObUTH OTMEUYEHBI BO BCEX OTJIENIaX IMO3BOHOYHOTO
cronba.

EnuHCcTBEHHOE cpalieHne B IIEHHOM OT/ele ObUIO OTMEUEHO Y IIEHTPaTbHOAMEPHUKAHCKOTO
tanupa (Puc. 31 a, 6). Cpaienue B cycraBe C2-C3 npou301U10 KaK 10 BEHTPAJIBbHOM CTOPOHE Tell
MMO3BOHKOB, TaK U BJOJIb HEBPAJBHBIX TyT. THTEpECHO OTMETUTH, YTO y 3TOM 0COOM HAOIIOIACTCS
KOMIIEHCAaTOpHasl MOBBILIEHHAs MOJABWKHOCTh B cieayromeM meitHoM cycraBe. LB aROM B

cycraBe C3-C4 (27,6°) 3HaunTenbHO BhIIE, 4eM B npyrux Rf cycraBax C4-T2 (19,2-22,7°), a SB
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aROM B stom cycrase (15,3°) sBnsieTcsi cambIM BBICOKUM B oTaenie Rf cycraBoB cpemu Bcex

HCCIICJOBAHHBIX TAITUPOB.

Puc. 31. Cpaiienust B MO3BOHOYHOM CTOJIO€ y HEMApPHOKOIBITHBIX B OOKOBOM (a, B, T, €, W),
BeHTpanbHOM (0, 1, 3, 1) U JopcalibHOM (K, K) BUaax. (a, 0) - C2-C3 y Tapirus bardii (ZMMU S-
102033); (B-n) - T3-T4 y Ceratotherium simum (NMW 3086); (e) - T5-T6 y Ceratotherium simum
(RZ N/A); (x, 3) - L5-L6 v Equus ferus przewalskii (ZMMU S-158572); (u) - T15-T16 y Equus
asinus (ZMMU S-74814); (x, n) - L5-L6 y Equus ferus caballus (ZMMU S- 106944). 13 Belyaev
et al., 2023 ¢ U3BMEHEHUAMU.

B ornene Tf cycraBoB cpaiieHUsi OTMEUEHBI Y O0OMX HM3Yy4YEHHBIX O€JIbIX HOCOPOTOB: Ha

BEHTPAJIbHON CTOPOHE TEJI MO3BOHKOB M BEPXHEH YaCTHU OCTHUCTBIX OTPOCTKOB B cyctaBe 13-T4
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(NWM 3086) (Puc 31 B-n) u B BuAe OONBIIOTO0 TPAaBMAaTHMYECKOTO HAPOCTAa HAa BEHTPAIBHOMN
ctopore Tex 1mo3BoHKOB B T5-T6 (RZ N/A) (Puc 31 e). VY Equus asinus (ZMMU S-74814)
OTMEYEHO OOILIMPHOE CpallleHUE MKy OCTUCTHIMU OTPOCTKAMH YEThIpeX KayJalbHbBIX IPYIHBIX
1mo3BoHKOB (T15-T18) (Puc. 31 u).

B otnene RfL cycTaBoB ObUTH OTMEUEHBI CpPAIICHUS MEXKIY MOMEPEYHBIMUA OTPOCTKAMH B
cycrae L4-L5 y kymana (ZMMU S-102029), Mexay HONEpeyHbIMU OTPOCTKAMH U Ha
BEHTPAJILHOM CTOpOHE TeJ 1M03BOHKOB B L5-L6 y monu (ZMMU S-106944) (Puc. 31 k, 1), 1 MeXIy
nonepeuHbMu oTpoctkamu B L5-L6 y nomanu [Ipxesansckoro (ZMMU S-158572) (Puc. 31 x,
3).

Bosipiioe konmmuecTBO MaTojioTWii B MEKIO3BOHKOBBIX CYCTaBaX MOXET OBITH CBS3aHO C
COJIEp’KaHUEM HCCIIEIOBAaHHBIX KUBOTHBIX B HEBOJIE, OTCYTCTBUEM aKTUBHOCTH U BO3PACTHBIMU
u3Menenusimu (O'Regan & Kitchener, 2005; Gunji et al., 2014). XoTst 607bIIMHCTBO U3yYEHHBIX
HAMU TIAPHOKOIIBITHBIX TAaKXKE SIBISIOTCS 300MAPKOBBIMH JKMBOTHBIMHU, IS HHUX XapaKTEPHO
3HAQUUTEJIBHO MEHBIIEE KOJIMYECTBO CPALICHUM MEXIYy MO3BOHKAMH C IIOJIHOM TMOTEepeu
nonBwkHOCTH (y 7 13 30 ocobeit HemapHOKONBITHBIX, Y 3 U3 53 oco0ell MapHOKOIBITHBIX ).

4.5 I1oaBHKHOCTH MO3BOHOYHOIO CT0JI02 Y HEMAPHOKONBITHBIX

4.5.1 Otnea Rf cycraBos
K-S Tect mokazan, 4yTo MOABMXHOCTH B CyCTaBaxX IMIEHHOTO OTJAENa B HMCCIEIOBAHHOM

BBIOOpKE HE UMeeT HopMasbHoro pacnpeneneHus (SB: n=195,p=0,016; LB: n=169, p=0,004).
Koapdunuentr dumepa-Ilupcona (SB: -0,030; LB: -0,682) mokaszam, 49ro pacmpeneiieHue
CKOIIIEHO BJIEBO, B CTOPOHY Oosiee HM3KUX amruiuTyn aROM (3a cyet TanupoB ¥ HOCOporos). B
OTJIMYME OT NAPHOKOIIBITHBIX, 3HaueHUs1 aROM B cycTaBax MIEHHOTO OT/JENIa Y HEMAPHOKOIBITHBIX
pactipenenensl noutu pasHoMmepHo (Puc. 32). Kpurepuit Kpackena — Yomnuca moxkasan, 4to
pa3nuuuns B cpeHux 3HaueHusix aROM B cycTaBax Iieu pa3inuyaroTcsi CTATUCTUYECKH 3HAYMMO
Toneko B LB aROM (SB: % = 5,489, p = 0,483; LB: y*> = 37,403, p < 0,001). Hu o7iuH U3 METOIOB
arloCTEPUOPHBIX MHOJKECTBEHHBIX CPAaBHEHUI HE MO3BOJIAET BBIIEIUTH PA3IMUHbIE OJHOPOIHBIE
MOMHOXeCTBa cycTaBoB 1o SB aROM (min = 11,1°, mean = 12,4°, max = 13,0°). [To ammmuTynam
LB cpeanue panru B cycraBe Mexy mieeid u tynosuuiem (C7-T1) u nepsom BHyTpurpyasom (T1-
T2) cycraBe (LB: 57,98 u 37,43, COOTBETCTBEHHO) CYIIECTBEHHO HHWXE, YeM B CyCTaBax Ha
yuactke C2-C7 (LB: 91,93-108,17). AnocrepropHble MHOKECTBEHHBIE CPAaBHEHHUS BBIJICIISIOT JBA
WM TPU OJTHOPOIHBIX MOJMHOXKECTBA CPeIM CycTaBoB IieitHoro otaena no LB aROM. Cycrasbl
C2-C7 otHOCsTCS K moArpymmne ¢ 6onee BeicokuMu amiuiutynamu LB aROM (cpennue 3HaueHus
BapbupytotTcs ot 26,9° no 29,3°), cycraBel C7-T2 oTHOCATCS K moArpymnmne ¢ 0ojee HU3KUMHU

sHadeHusiMu LB aROM (cpenuue 3nauenus 24,2° u 21,7°) (Puc. 32 6).
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(pazmax ot MMH k MAKC) (paamax ot MMH k MAKC) (paamax ot MMH k MAKC) napHokon.

Puc. 32. W3menunmBocTh amruuTyn aROM (amama3oH OT MakcMMyMa 10 MHHUMyMa) B
MIPENKPECTIIOBBIX CYCTaBax y HemapHOKOMbITHBIX. (a) SB aROM; (6) LB aROM; (B) AR aROM.
Ocp abcmucc rpagyupoBaHa MO HoMmepaM cyctaBoB. [lmsi cpaBHeHwms, auamna3oHsl aROM
MapHOKOIIBITHBIX TTOKa3aHbl B BUJIE CePhIX MOMUTOHOB. U3 Belyaev et al., 2023 ¢ usmenenusamu.
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V nomazeii 1 0oIbIIMHCTBA TanUPOB (4 U3 5 ocobeil) mepBbiit BHYTpUrpyaHoii cycras (T1-
T2) umeer Rf tun 3uranoguzos. f-tect CThIoAEHTA AJIS HE3aBUCHUMBIX BBIOOPOK MOKa3al, YTO
cpenanii aROM B cyctaBe T1-T2 y 3Tux ocoOelt jomaneid U TamupoB HECKOJIBKO HIDKE IO
CpaBHEHMIO ¢ cycTaBoM Mexay meed u TynosuieM (C7-T1) kak B SB (mean diff = -2,6°, t = -
2,707, p=0,010, 95% CI: ot -4,5° mo -0,6°), Tak u B8 LB aROM (mean diff =-3,2°, t =-3,185,p =
0,003, 95% CI: ot -5,2° no -1,2°).

4.5.1.1 Amnaumyoa SB aROM
Cymmapnsiii SB aROM B otnene Rf cyctaBoB y HemapHOKONBITHBIX pa3inyaercs 0ojee 4em

B nBa paza (Tabmuma 26). U-tect MaHHa-YUTHH MOKa3bIBaeT, 4To cymmapHbii SB aROM vy
HENaPHOKOIIBITHBIX CTATUCTUYECKU HE3HAYNMO HUKE, yeM y TapHOKONBITHBIX (U =597, p = 0,096,
mean diff = -10,2°). Kpurepuii Kpackena — Yomnuca mokas3plBaeT CTaTUCTHYECKH 3HAYUMBIC
pasauuMs MeXAy TpyNIaMM IapHO- M HENapHOKONBITHRIX (¥° = 63,50, p < 0,001).
ArmnoctepruopHble MHOXKECTBEHHBIE cpaBHeHHs BbiACisioT Rhinocerotidae (57,4°) m Tapiridae
(66,6°) B monMHOXkecTBO ¢ caMbiM Hu3kUM SB aROM; cymmapubiii SB aROM y cBunei,
0ereMoTOB M OBIYBHX HECKOJIBKO BbIMIe (cpemanee 74,3°, 75,5° u 80,3°, coorBeTcTBeHHO; Puc. 33
a). Y Equidae cymmapnas ammutyna SB aROM B mieitHOM OT/iesIe BBIIIE CPEAHETO IS KOTTBITHBIX
(mean = 101,7°) ¥ HaxXogUTCA HAa OJHOM YPOBHE C KPYIHBIMU aHTWiIonamu, Tragulidaec u
Tayassuidae (cpennee 94,8°, 101,1° u 105,0°; Puc. 33 a). Oto 3ametHOo HIKe, ueM y Camelidae u

Giraffidae (cpeanee 122.1° u 128.3°, COOTBETCTBEHHO).

4.5.1.2 Amnaumyoa LB aROM
Juanazon cymmapHoro LB aROM B otzene Rf cycraBoB pasnudaeTcsi y HEMapHOKOIIBITHBIX

Oonee yem B aBa paza (Tabm. 26). U-tect ManHa- YUTHU TIOKa3bIBaeT, 4To cyMMapHbiii SB aROM
Y HETTAPHOKOIIBITHBIX CTATUCTUYECKHU 3HAYMMO BBIIIIE, 4eM y mapHoKonbITHRIX (U =347, p = 0,001,
mean diff = 28,38°). Kputepuit Kpackena — Yomnuca ykas3piBaeT Ha CTaTUCTHYECKU 3HAYMMBbIE
pasiauuMs MekIy TpyNIaMM [apHO- W HEMapHOKOMBITHBIX (x> = 62,472, p < 0,001).
ATmocTepropHble MHOXKECTBEHHBIE CpaBHEHHS IEMOHCTpUpYIOT, uTo Tapiridae u Rhinocerotidae
(mean = 136,7° u 143,7°) uMmer0oT cpenHHEe NI KOMBITHBIX aMIUIUTYAbl cymMmMapHbix LB aROM,
cxoznnble ¢ Bovini (mean = 150,1°; Puc. 33 6). 3ametHo 6osee Huzkuii LB aROM xapakrepen s
Hippopotamidae u Suina (mean = 119,1° u 123,8°). B cpennem nmo cymmapuomy LB aROM
Equidae ycrymaror Tompko xupadam (mean = 205,4° mporuB 246,5° y Giraffidae). Crour
OTMETHTH, uT0 Equidae mmeroT Takoe sxe konmnuecTBo Rf cycTaBoB, kak u sxupadsl (7), 1 HAa OUH

Rf cycraB Gombinie, yem OONBIIMHCTBO KOMBITHBIX, BKITtouass Camelidae.
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Puc. 33. TlogBM>KHOCTB B IIEHHOM OT/I€JI€ Y HETTAPHOKOTBITHBIX B CPABHEHUH C TAPHOKOIBITHBIMH.
(a) SB aROM; (6) LB aROM. Ilo ocu abciuce mpencTaBlieHa OTHOCUTENbHAS JJIMHA IIeU KaK
otHomieHue (%) UIMHBI [IeW K AJUHE TYIOBUIIHOW yacTH mo3BoHouHuka (T+L+S). Ilo ocu
OpJMHAT IpejcTaBIeHa cyMMapHas moABkHOCTH (°) B Rf cycraBax. 3a Touky nepecedeHus ocen
B3SThI CPEIHUE 3HAYCHMS JUIsl BCEX M3YUYEHHBIX BUJOB MAPHO- U HETIAPHOKOIBITHBIX (JUTMHA LIEH
41,7%; cymmapubii SB aROM 90,1°; cymmapneiii LB aROM 155,5°). LiBer yka3biBaeT Ha
TakcoHoMuueckyto rpymnmy: Equidae (kpachsiit), Rhinocerotidae (cunwuii), Tapiridae (3eneHslit).
CepbIMH Kpy>KKaMU OTMEUEHBI IaHHBIC /I TapHOKOMBITHBIX (Belyaev et al., 20216). 13 Belyaev
et al., 2023 ¢ H3MEHEHUAMU.

4.5.1.3 Amnaumyoa AR aROM
Juanazon cymmapaoro AR aROM y HenmapHOKONBITHBIX HaXOAWTCS B mpezenax 25° (28.6-

50.8°) (Tabnuua 26, Puc. 32B). t-rect CThlOEHTA JIJIs1 HE3aBUCUMBIX BBIOOPOK MOKA3bIBAET, YTO

132



cymMapasli AR aROM y HeENmapHOKONBITHBIX CTaTUCTMUECKM 3HAUMMO BBIILE, YEM Y
napHOKOMBITHEIX (mean diff = 5,0°, t = 3,348, p = 0,002, 95% CI: 2,2 — 8,0°). ANOVA yka3siBaeT
Ha CTAaTUCTHYECKH 3HAUYMMYI0 pa3HUIy B cymmapHOM aROM B pasnuuHBIX rpymnmnax napHo- U
HenapHokonbITHEIX (F = 7,994, p < 0,001). AmocrepropHble MHOXECTBEHHBIE CpPaBHEHUS
yKa3bIBaloT, 4To y Equidae cymmaphsbie 3nauennss AR aROM HECKOJIBKO BEIIIIE, YeM y BCEX JIPYTHX

KOTIBITHBIX (mean = 43,8°).

Tadauuna 26. aROM B otaene Rf cycTaBoB 103BOHOYHOIO CTOI0a y HENAPHOKOIBITHBIX

Hepeermax N Mun Makc Cpenu SD () K-S test Bun

©) ) ©) (P Mun Make
SB cpenn 29 7,56 16,48 12,36 2,77 ,023 T. terrestris Eqg. hemionus
SB cym 29 51,1 1154 83,46 22,43 ,005 D. bicornis Eqg. hemionus
LB cpenn 25 17,46 32,70 26,88 4,15 ,200 T. terrestris Eq. f. przewalsii
LB cym 25 105,6 228,9 181,78 36,69 ,042 T. terrestris Eq. f. przewalsii
AR cpenn 25 4,76 7,25 6,06 ,68 ,200 C. simum Eq. f. przewalsii
AR cym 25 28,6 50,75 41,13 6,18 ,200 C. simum Eq. f. przewalsii
CYM — CyMMapHasi; CpeJiH — CpeIHss

4.5.2 Otnea Tf cycraBoB
t-rect CTbIOJIEHTa AJI MApHBIX BBIOOPOK MOKa3bIBAET, YTO cpeaHue 3HaueHuss aROM B

CycTaBax KpaHHAJILHOH MOJOBHHEI oT/eNa Tf cycTaBOB HE HAMHOTO, HO CTAaTHCTUYICCKU 3HAYHMO
npeBocxoaaT aROM B kayaanbHOW IOJIOBHHE STOTO OTAEIa BO BCEX TPEX COCTABIISIFOIIUX
noasrxHOCTH (SB: n = 21, mean diff = 0,63°, t = 3,504, p = 0,002, 95% CI: 0,3° - 1,0°% LB: n =
17, mean diff = 1,4°, t = 4,292, p = 0,001, 95% CI: 0,7° — 2,1°; AR: n = 17, mean diff = 1,3°, t =
4,197, p= 0,001, 95% CI: 0,7° — 2,0°).

4.5.2.1 Amnaumyoa SB aROM
Kak cpennuii, Tak u cymmapueiii SB aROM B ormene Tf cycraBoB pasmuuaercs y

HEMapHOKOIBITHBIX MeHee 4eM B jBa pasa (Tabmumna 27, Puc. 32 a). Kpurepuii Kpackema —
Yominca yka3bIBaeT Ha CTAaTUCTHMUYECKH 3HaunmMble paznuuus SB aROM B kaynanbHON dacTu
IPYAHOIO OT/e]a MEXIy IpylIaMd HapHO- U HeNapHOKombITHBIX (x> = 41,500, p < 0,001).
Cpennue 3nauenust SB aROM B kaynanpHOM yacTu rpyaHoro otaena y Equidae u Rhinocerotidae
(mean = 4,5° u 4,6°) ABIAIOTCS CaMBbIMH HU3KHMH CPEJIA BCEX CEMEUCTB M3YUYEHHBIX KOIIBITHBIX.
s cpaBHeHus1, HanOombinuit cpeauuit SB aROM B kaynanbHo# nonoBuHe otnena Tf cycraBos
xapakrepeH st Tragulidae (mean = §,2°).

ANOVA nokasbiBaet, uto cymmapHasiii SB aROM B rpynnax napHo- ¥ HEMapHOKOIBITHBIX
paznuuaercs craructuuaecku 3HaunMo (F = 22,897, p < 0,001). Rhinocerotidae u Tapiridae (mean

= 103,5° u 107,5°, cOOTBETCTBEHHO) 00Pa3yIOT MOATPYIIIY C CaMbIM BBICOKMM CyMMapHbIM SB
133



aROM. Equidae (mean = 75,7°) 3ameTHO ycTymnaioor no cymmapHomy SB aROM u naxopsrcs

ommke Bcero k Bovini (mean = 65,5°).

Tadauua 27. aROM B otaene Tf cycTaBoB y HEMapHOKOIBITHBIX

Ilepemennas

N Mun Makc | Cpemu [SD (°) | K-S test Bug

©) ©) ©) (P) Mun Makc

SB cpean 21 3,67 6,17 5,02 ,57 ,200 D. sumatrensis . sondaicus

SB cym 21 65,2 1233 92,37 18,42 ,200 E. asinus . sondaicus

LB cpenn 17 8,6 12,96 11,52 1,08 ,015 T. terrestris . sondaicus

LB cym 17 1169,1 | 259,1 | 203,56 |28,47 ,200 E. grevyi . sondaicus

AR cpenn | 17 8,29 12,51 11,13 1,05 ,010 T. terrestris . sondaicus

AR cym 17 11636 | 250,2 | 196,61 |27,36 ,161 E. grevyi . sondaicus

4.5.2.2 Amnaumyoa LB u AR aROM
Kak cpennue, Tak u cymmapusie LB u AR aROM B otnene Tf cycraBoB paznuuarorcs y

HEMapHOKOIBITHRIX B TosiTtopa pasza (Tabmuma 27). U-tect MaHHa-YUTHU TOKa3bIBaeT, YTO
cpeanue 3HaueHust LB u AR aROM B Tf cycraBax y napHO- 1 HENapHOKOMBITHBIX Pa3IMyaroTCs
craructudecku HezHauumo (LB: U = 321, p = 0,161; AR: U = 335, p = 0,276). KonuuectBo Tf
CYCTaBOB Y HEMAPHOKONBITHBIX 3HAUYNUTEJIBHO MPEBBIIIAET TAKOBOE y MAPHOKOIBITHBIX BCIIEICTBUE
yero cymmapubie LB 1 AR aROM y HemapHOKOTBITHBIX B cpeHeM Oojiee ueM Ha 80° BhIlIe, 4eM
y mapHOKONBITHRIX (LB: t = 14,469, p < 0,001; AR: t = 14,755, p < 0,001).

4.5.3 IosicHu4YHaA 00/1aCTh, BKJIKOYasi NOICHUYHO-KPECTHOBbIN CYyCTaB

4.5.3.1 Amnaumyoa SB aROM
Cpennue ammmutyasl SB aROM B nosicHuuHO# 0051acTH (BKITIOYAst TOSICHUYHO-KPECTIIOBBIN

CyCTaB) Y HEMAPHOKOMBITHBIX Pa3IuvaroTCs B JiBa pa3a, cyMMapHbeii SB aROM nemoHcTpupyer
Oonee ueM TpexkparHbiii pasmax (Tabmuma 28). ANOVA mnokassiBaer, yto SB aROM B
MOSICHUYHOU o0yiacTi (BKJIIOYasi TMOSCHUYHO-KPECTIOBBIM CycTaB) B Tpynmax mapHO- U
HENapHOKOIBITHBIX 3HAYUMO OTIN4YaeTcs kKak no cymmapsbeM (F = 17,994, p < 0,001), Tak u no
cpenanM 3HaueHusM (F = 6,583, p < 0,001). AnocTepropHble MHOXECTBEHHBIE CPaBHEHUS
YKa3bIBaIOT, YTO BCE TPU CEMENUCTBA HEMAPHOKONBITHBIX TPUHAJIEkKAT K MOJMHOXKECTBY C CAMBIMU
HU3KUMHU cpenauMu amiuntyaamu SB aROM (cpennue Bapsupyior ot 7,1° no 7,7°) Bmecte ¢
TaKUMHU KPYITHBIMHU TapHOKOMBITHRIMH, Kak Giraffidae, Bovini u Hippopotamidae (cpemnme
BapeupyIOT 0T 7,5° 10 8,4°; Puc. 32). Cymmapnsiii SB aROM B nosicHHYHOM 0T/iesIe TaK)Ke HU30K,
IIPUYEM HOCOPOTHU XapaKTEPU3YIOTCs CaMbIMU HU3KMMU 3Ha4eHUAMH (mean = 29,6°) cpenu Bcex
M3YYCHHBIX MapHO- M HEMApPHOKOMBITHBIX. [loSICHUYHBIA OTHEN y TanmupoB B cpeaHem Ha 10°
MOJIBIDKHEE, UeM Y HocoporoB U 0530k k Giraffidae u Hippopotamidae, a1 KOTOpBIX XapaKTepHBI

MHWHHUMAJIbHBIC CYMMApPHBIC 3HAYCHUA SB aROM B nosicCHU4HOM OTACIIC CpCan MMAPHOKOIIBITHBIX
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(cpennee 3nauenus 42,2° B 06oux cemeiictBax). Equidae B cpennem Ha 10° mpeBocxonsat Tapiridae
¥ UMEIOT Takoi ske cymmapHbiii SB aROM, kak u Ob1uby 1 B cpeiHeM Ha 10° ycTynmaroT KpyImHbIM

antuionam (Puc. 34).

Ta6auna 28. aROM B nosiCHUYHOM OT/ieJie TO3BOHOYHOTO CTOI0a Y HEMapHOKOIBITHBIX

Ilepemennas
N | Muu (°) |Makc (°) | Cpenn (°) |SD (°) | K-S test Bun
(P) Mun Makc
SB cpenn 29 4,98 10,03 7,45 1,17 ,200 D. sumatrensis Eq. hemionus

SB cym 29 19,91 61,4 42,82 11,58 ,200 D. sumatrensis Eqg. kiang

LB cpean 25 5,8 12,44 9,43 1,54 ,200 Eq. f. przewalsii T. bardii
LB cym 25 39,8 74,6 55,67 9,47 ,200 D. bicornis T. bardii
AR cpenn 25 0,71 9,16 4,02 2,68 ,088 Eq. f. przewalsii | Rh. sondaicus
AR cym 25 4,96 49,14 22,34 12,47 ,200 Eq. f. przewalsii T. bardii
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Puc. 34. CarutranbHasi HOABUKHOCTh B MOSCHUYHO-KPECTILIOBOM OT/IEJI€ Y HEMAPHOKOIBITHBIX B
cpaBHEHHE C TapHOKOMBITHRIMH. [lo ocu abcmucc mpencraBieHa aOCOMIOTHAS JIMHA (CM)
TyJAOBUITHOW 4YacTu mo3BoHouHWKa (T+L+S). [lo ocu opamnHar mpencrtaBieH cymmapHbii SB
aROM (°). 3a Touky mepecedeHus1 OCei B3ATHl CPEAHHME 3HAYCHUS TSI BCEX M3YYCHHBIX BHJIOB
MapHO- U HEMAPHOKOMBITHBIX (cpemusis mmuaa T+L+S 101,3 cm; cymmapasiii SB aROM 55,7°).
[{BeT KpyKKOB YKa3bIBaET HA TAKCOHOMHUYECKYIO Tpymmy, kak Ha Puc. 33. U3 Belyaev et al., 2023

C UBMECHECHUAMU.
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t-rect CThIOEHTA /7151 TApHBIX BBIOOPOK MOKA3bIBAET, UTO cpefHue aMmuTyasl SB aROM
B MOSICHUYHBIX Tf cycTraBax y TamupoB W HOCOPOTOB 3HAYMTENFHO BHINIE, YeM B KayJaJbHOU
nosioBuHe TpyaHbixX Tt cyctaBoB (n = 11, mean diff = 1,4°, t= 3,82, p = 0,003, 95% CI: 0,6° - 2,1°)
(Puc. 32a).

t-rect CThIOZICHTA U HE3aBUCHMBIX BBIOOPOK TOKa3bIBaeT, yTo cymMmmapHbiii SB aROM B
noscHUyHOW o6nactu y Equidae 3HauuTenbHO HUXKE, YeM Yy MapHOKOMBITHBIX, KOTOpBIE
UCIIOJIB3YIOT CKOPOCTHYIO (hopmy Oera (mean diff = -12,7°, t = -3,264, p = 0,007, 95% CI: or -
21,3° no -4,2°), Tapiridae umeror 3HauuMo Oonee HU3KMI cymmapsbeii SB aROM, uem
UCTIONB3YIOIIHEe TapanHyto Gopmy Oera Suina (mean diff = -19,7°, t =-3,970, p = 0,003, 95% CI:
-30,7° no -8,6°), u Rhinocerotidae numeror 3HaunTeabHO OoJee HU3KUN cymmapHbId SB aROM,
YeM UCIOJIB3YIOIIHE MOy Tskenyto popmy 6era Bovini (mean diff =-20,8°, t =-6,762, p = 0,000,
95% CI: -27,5° no -14,2°).

Cymmapusii SB aROM B otnene RfL cycTaBoB CHIIBHO paznuvaercs W3-3a pa3HUIILI B
xonnuectBe RfL cycrtaBoB. M3-3a cokpamennoro uucia RfL cycraBoB (1-2), cymmapusiii SB
aROM y Rhinocerotidae (mean = 12,7°) u Tapiridae (mean = 20,6°) 3HaUUTEITBLHO HIDKE, YEM Y
71r000r0 U3 NApHOKOMBITHBIX (MUHUMAaNbHBIH SB aROM xapakrepen qis Giraffidae mean = 49,8°).
CymmMmapnsnii SB aROM y Equidae (mean = 56,4°) Hemnoro npeBocxomut Giraffidae u Onmxe
Bcero k Bovini (mean = 58,8°). laTepecHo 0TMEeTHTH, 4TO HauMeHbIas cpenusst SB aROM B RfL
CyCTaBax CpeJld BCeX MCCIIEI0BaHHBIX KOMBITHBIX XapakTepHa i nonu (ZMMU S-106944, mean

=5,2°) u obeux uccnenoBanHbIX Jomasei [IpxeBanbckoro (mean = 5,8° u 5,9°).

4.5.3.2 Amnaumyoa LB aROM
Cpennuii LB aROM B nosicanuHoOi 061acTu (BKJI0Yasi HOSCHUYHO-KPECTLIOBBIN CYCTaB) y

HETIAPHOKOIIBITHBIX pa3inyaeTcsi Ooiee yeMm B JBa pasa, cymmapubeii LB aROM paznudaercs
MeHee yeM B JBa pa3a (Tabmuma 28). ANOVA noxka3sbiBaet, uro LB aROM B nosicanuHoit o0nactu
B rpyIIax napHo- ¥ HEMAPHOKOMBITHBIX CTATUCTUYECKU 3HAYMMO OTIMYAIOTCA KaK [0 CYMMapHbBIM
(F=7,809, p <0,001), Tak u mo cpeauaum amrumurygam aROM (F = 5,141, p <0,001). Ins Equidae
XapaKTepHbl caMble HU3KHE cpeaHue amiunTyasl LB aROM B cycTtaBax mosicHM4HON oOnactu
(mean = 8,6°). B To Bpems kak Rhinocerotidae (mean = 46,8°) xapakTepu3yroTcsi CaMbIM HU3KUMU
amrutynamu cymmapaoro LB aROM B mosicanyHo# oGmactu, ux cymmapueii LB aROM
conoctaBuM ¢ Hippopotamidae (mean = 45,2°). Cymmapnbiii LB aROM y Equidae u Tapiridae
(mean = 57,3° u 57,7°) HECKONBKO BBIIIE, YEM y HOCOPOTOB U HaxoauTcs Ha ypoBHe ¢ Giraffidae
(mean = 56,7°).

4.5.3.3 Amnaumyoa AR aROM
Cymmapssii AR aROM y Equidae (mean = 15,3°) 6mu3ok k Suidae, Cervidae u Caprinae

(cpemnnee 13,3° 16,0° u 17,6°, coorBerctBenHo). ¥ Rhinocerotidae u Tapiridae, Gmaromaps
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Hanmmuuio Tf cycTaBoB B MOsICHUYHOM 001acTh, Kak cpennue (6,6° u 7,7°, COOTBETCTBEHHO), TaK U
cymmapnsbie (33,3° u 36,1°, coorBeTcTBeHHO) 3HaueHUs1 aROM B MOsICHUYHOM 00JIaCTH ABIISIOTCS
CaMbIMHU BBICOKUMH CPEIH KOTBITHBIX.

4.6 Peruonajim3anusi N03BOHOYHOIO CT0J102 Y HENIAPHOKONBITHBIX

4.6.1 Ilepexoa oT paguaJIbHOIO K TAHT€HIMAJIBLHOMY THITY CyCTABOB
IToutu Y BCEX MNAPHOKOIIBITHBIX IEPCX0[ OT paJualIbHOTO K TaHICHUOHUAJIBbHOMY THILY

3urano@u3oB NPoOUCXOAUT Ha nepBoM rpynHoM no3BoHke (T1) (Belyaev et al., 20216). D10 xe
CIPaBEIJIMBO 11 HOCOPOIOB, HO Y JIOIIAJEH M TAalMpOB 3TOT IEPEXOA MPOUCXOAUT Ha BTOPOM
rpynHoM no3BoHke (T2), u3z-3a 4yero y 3Tux HemapHOKONBITHBIX cycTaB T1-T2 umeer Rf tun
3uranopu3oB. MeXmo3BoHKOBBIN AucK B cyctaBe T1-T2 y nomammneit gomaau B cpegHeM Oonee
4YeM B JIBa pasa TOJIIE, YeM B OCTAIbHBIX TpyaHbiX cycTaBax (Townsend & Leach, 1984). Kak
pesynbTat, SB aROM B cycrase T1-T2 y nomazeit 6osee 4em B TpH pasa BEIIIE, YEM B OCTAIBHBIX
rpyassix cycraBax (Townsend et al., 1983). Ananornynas crnenuanuzanus cycrasa T1-T2 Obu1a
noka3ana st xupada (Gunji & Endo, 2016). [TonyueHHbIC B HAIlIEM HCCIEIOBAHUU JTaHHBIC
(Belyaev et al., 2023) nokasbiBatoT, 4To cyctaB T1-T2 y HENmapHOKONBITHBIX B CPEAHEM JIHIIb
HEMHOTO MeHee monBwkeH B SB, uem npyrue Rf cycraser (Ha 1,9-3,0°) u 3HauntensHO Oosee
noABIKeH, yeM rpyaubie T cycrasbl, HaunHas ¢ T2-T3. LB aROM B cycrase T1-T2 B cpennem
Ha 2,4° HIbKe, YeM B CO€IMHEHUH 11eu ¢ TynoBulieM (cycraB C7-T1), u Ha 5,2-8,5° Bolilie, 4eM BO
BHYTpUTpyAHBbIX cycTaBax (Puc. 32 6). Crienmanusaius nepBoro rpyiHOro cycrasa o0ecrneurnBaeT
1Iee JIONIaeii JTOTIONHUTENBHYIO TIOBKHOCTh KaK B CarUTTalbHON, TaK U B TOPU30HTAIHLHOU

INJIOCKOCTH, ACJIasd €€ CIIC Oonee MMOABHIKHBIM MAaHHITYJIATOPOM.

4.6.2 l'[epexou OT TAHITCHIUAJBHOI'0 K 3AaMKOBOMY THUITY CYyCTaBOB
vy MapHOKOIBITHBIX KayJdaJIbHAA YaCTh I'PYAHOIO OTACIIA XapaKTCPU3yCTCA NIEPEXOAOM OT Tf

Kk RfL tuny cycraBoB 3urano¢uzos (Belyaev et al., 20216). B omnune oT mapHOKONBITHBIX, Y
HETIAPHOKOIIBITHBIX Kay/lajdbHas YacTh TPYIHOTO OTneNna coxpanser T cycTaBsl, 3a HCKITIOUEHHEM
HekoTopbix Equidae, y KOTOphIX UMeeTcst OJJiH HauOoliee KaynanbHbIH TpyaHod RfL cycras. ¥
HOCOpOTOB M TamMpoB HMeeTcss Jumb Heckoidbko RfL cycraBoB (B cpemnem 1,38 u 2,
COOTBETCTBEHHO), y 3KkBUA — 6-9 RfL cycraBoB, y pa3iauuyHBIX MapHOKOMBITHBIX — 6-12 RfL
CcycTaBoB. Y paHHEd01IeHOBOTO Arenahippus grangeri (UM 115547; panee Hyracotherium
grangeri) nepexop ot Tf k RfL cycraBam npoucxoaut va T15 (Wood et al., 2011), Takum o6pazom,
JUTSL 9TOTO AKBoM 1A ObLTO XapakTepHo 10 RfL cycTaBoB. DTO yKa3bIBaeT Ha TO, YTO 3HAYUTEIILHOEC
ymenbiienne yucna RfL cycraBoB B monb3dy Tf cycTaBoB, BepoATHO, SIBISETCS BTOPUYHO
BO3HHKIIIEH B XOJI€ IBOJIIONINN 0COOEHHOCTHIO HOCOPOTOB U TAaITUPOB.

Cpeny HEMapHOKONBITHBIX CYCTaBBl 3WUTano(H30B B IMOSCHUYHOM OTHene uMmeroT U-

oOpa3HbIil BUJ B TpaHcBepcanabHOH mockoctu (RfL Tum) Toneko y mpeacraBuTeneil cemeiicTa
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Equidae (Puc. 35 n, e). Mopdonorus “3amxoB” y Equidae odeHp mpocTas 1o CpaBHEHUIO C
TAKOBOM Yy IAapHOKOIBITHBIX: MpPE3Urarmo(u3bl TOJHOCTHIO JIMIICHBI JOPCaJbHBIX T'peOHEH,
OXBATBIBAIOUINX MMOCT3UTANO(H3BI MPEIBIIYIIET0 MO3BOHKA y MapHOKOMBITHBIX (Puc. 35 xk-m).
Bonee Toro, Mopdoiorus 3aMKOB y COBPEMEHHBIX JIOMIAJWHBIX YIPOIICHA 10 CPaBHEHUIO C
naneoreHoBbIM A. grangeri (cMm. Puc. 8 B Wood et al., 2011). Mopdonorust 3uranoduzos B
MOSICHUYHOM OTJIeJIe Y TallupoB M HOCOPOTOB ele Oojiee MPUMHUTHBHAS, Y€M Y COBPEMEHHBIX
Equidae. Tak, y Tapiridae u Rhinocerotidae ToJIbkO HECKOIBKO CaMbIX KayJadbHbIX MOSCHUYHBIX
CYCTaBOB XapakTepu3yroTcst V-00pa3HbiM 1iu U-00pa3HbIM BUIOM Ha TPAHCBEPCATIbHOM CEUCHUH
(Puc. 35a-r), B TO Bpems Kak OOJBIIMHCTBO MOSCHUYHBIX CyCTaBOB MMeoT Tf-tum ¢acerox
suranodu3oB. Takum 00pa3oM, Cpear HEMapHOKONBITHBIX TOJBKO TPEJACTABUTEIN CeMeHCTBa
Equidae oGmamaror RfL cycraBamu Bo Bceit mosicamyHoi oOmactu (Puc. 35). Hammume RfL

CyCTaBOB INPAKTUYCCKHU ITOJHOCTHIO UCKIIFOYAKOT AR B MMOJIB3Y SB, HCO6XOI[I/IMOI7I JJId rajiona.

Diceros bicornis v | Equus kiang
L3-S1 ‘ ) L3-L4

W Giraffa camelopardalis Phacochoerus africanus Qvibos moschatus
L4-L5 L4-L5 L4-L5

Puc. 35. Mopodonorus “zamxoB” B RfLL cyctaBax y pa3nuyHbIX KONBITHBIX: Bua cizamum Ha
nocT3uranogusbl KpaHHAJIBHOTO TO3BOHKA B mape (a, B, M, X, W, J) U BHJ CIEpeAN Ha
COOTBETCTBYIOIIIUE Mpe3uranodusbl KaylaabHOrO Mo3BOHKa B mape (0, T, e, 3, K, M). [Ipumepsl
MOKa3aHbl B MMOCJIEI0BAaTEILHOCTH HApACTAHUS CIOXKHOCTU U KECTKOCTH “3aMKa’. (a, 6) Diceros
bicornis (ZMMU S-93020); (B, 1) Tapirus terrestris (ZMMU S-184859); (n, e) Equus kiang
(ZMMU S-166817); (x, 3) Giraffa camelopardalis (ZMMU S-175340); (u, x) Phacochoerus
africanus (ZMMU S-171945); (11, m) Ovibos moschatus (ZMMU S-135832). 13 Belyaev et al.,
2023 ¢ U3MEHEHUSIMH.

4.7 ®DyHKUNOHAJIbHBIN AHAJN3 HIEHOr0 0TAe/a Y HENMAPHOKONBITHBIX
es Y MICKONUTAOMIUX ABJISICTCA OCHOBHBIM MAHUITYJIATOPOM JJISL B3aHMOHeﬁCTBHH CcO

cpenoil oOuMTaHMA M BBIOJHIET Ty XK€ (PYHKIMIO, 4TO M pyka y uyenoBeka. lllelnsrii otmen

SBIISIETCS] HAMOOJIee TOJBUKHOM 001aCThIO MPEAKPECTIIOBOTO oTAena cnuHbl 1o SB 1 LB aROM.
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Cpennue 3nauenus SB u LB aROM B Rf cycraBax (12,4° u 26,9°, coOTBETCTBEHHO) 3HAYUTEIHHO
npeBbImaoT noaBmwxkHocTh B T (5,0° u 11,5° coorBerctBenHo) u RfLL cycraBax (8,4° u 9,3°,
cootBeTcTBeHHO) (Prc. 32 a, 6). [Ipudem cpenuuii LB aROM (26,9°) B Rf cycTaBax Gomnee yem B
nBa pasa npebimaer cpeaauii SB aROM (12,4°). V napHOKONBITHBIX 3Ta AUCHPONOPLHUS B
cpenuem Hke (25,0° mpotus 15,3°) (Belyaev et al., 20216). BeposiTHO, 3T0 CBSI3aHO C MEHBIIIUM
pamuycom nartepanbHON (Riat) w OonbmmuM pamuycoM caruTTaidbHOM THOKOCTH  (Ruvert),
OTHOCHUTEIIbHO pPa3MepoB (aceTok 3uranou3oB Yy HENAPHOKOMBITHBIX, IO CPAaBHEHUIO C
MAapPHOKOIBITHBIMH.

VYV NapHOKONBITHBIX JJMHA LIEMHOIO OTJ€la OTHOCUTENIBHO JUIMHBI TYJIOBHUIIHOW 4YacTu
MO3BOHOYHMKA pasnuyaercs mnoutd B mecth pa3 (Belyaev et al.,, 20210). ¥V coBpeMeHHBIX
HEMAPHOKOIBITHBIX, HAPOTHUB, CYIIECTBYET TOJBKO JBE MOP(OIOrHuecKre rpynmbl MO JUIMHE
mreu (Puc. 33; cMm. dororpaduu no3Bonounukos B Belyaev et al., 20226). OTHOCHTENnBHAS AJTMHA
HieM y TalupoB M HOCOPOIOB COINOCTAaBUMa C MUHUMAJIbHBIMM 3HAYEHUSIMH Cpelu
MAapHOKOIIBITHBIX, KOTOpPhIE XapakTepHbl s Suina, Hippopotamidae u Tragulidae. ¥ Equidae
OTHOCHUTEJIbHAA JIMHA [IeU HAXOJUTCS Ha CPEHEM YPOBHE JJIsi TAPHOKOIMBITHBIX U OJIM)KE BCETO
Kk anuHe meun y Cervidae, kpynHbIX U Menkux aHtwion (mean ot 40,8 no 47,2%). BepostHo
YAJIMHEHNUE [IeH KOMIIEHCHPYET YAJIMHEHHWE KOHEYHOCTEH, MO3BOJISAS COXPAHUTH CHOCOOHOCTD
KOPMUTBHCSI ¥ IUTHh Ha YPOBHE 3€MJIM TIPH BBHITIPSIMIICHHBIX HOTaX.

Hannbeie X. Kneitron u X. Tayncenna (Clayton & Townsend, 1989a, 6) moka3siBaroT, 9T0
CYIIIECTBEHHAs YacTh MOJABMKHOCTH IIEWHOTO OT/IeNIa CKOHIIEHTPUPOBaHa B JBYX CHMHOBHAIBHBIX
CyCTaBax: CyCTaBe My 3aThIJIOYHOM KOCTBIO U aTJIAHTHOM, a TaK)Ke aTJIAaHTOM U SIUCTPOdeeM.
Tak Ha 3T nBa cycraBa npuxomutcs 93% ot cymmapHoit AR (mean = 26,9° B 3aTbuiouHO-
aTmanTHOoM cyctaBe, mean = 107,5° B C1-C2), 38,6% ot cymmapuoit SB (86,4° u 16,2°,
cooTBeTcTBeHHO) U 20% oT cymmapuoi LB (43,9° u 3,9°, cOOTBETCTBEHHO) B LIEHHOM OTJEIIE.
ITprueM 3aThIIOYHO-ATIAHTHBIN cycTaB oTBedaeT 3a SB u LB, a C1-C2 3a AR.

Hacrosimee uccnenoBaHue SIBISETCS €IMHCTBEHHBIM, B KOTOPOM H3Yy4€Ha IOJBHKHOCTh
MIEHHOTO OT/IeNa y BCEX COBPEMEHHBIX CeMeNCTB HenmapHOKOMBITHBIX (Belyaev et al., 2023). Panee
OBLJIO TIOKA3aHO, YTO y MAapHOKOMBITHBIX KaydayibHble mieiiHble cycTaBbl (C4-C7) 3HauuTEIHHO
Oornee moABMXKHBI (B cpeaHeM Ha 2,5-3,5°) mo cpaBHeHHIO ¢ Oonee kpanuanbHbiMu (C2-C4) u
cycraBoMm Mexnay mmeeit u tynosumieMm (C7-T1) B8 SB u LB aROM (Belyaev et al., 202106). ¥
HETMapHOKOIBITHBIX MOJABMKHOCTH B IIEHHOM OTJIEJIe pacipenesieHa moutu papHomepHo (Puc. 32
a, 6). Toneko ammutyna LB aROM B cycraBe Mexay mieei U TylIOBHUILEM 3HAYUTEIbHO HUXKE,
yeM OOKOBasi MOABMYKHOCTH B OOBIUHBIX IIEHHBIX CycTaBax (B cpeianeM Ha 2,7-5,1°).

Hocoporu u Tanupsl SBISIFOTCS KONIBITHBIMYA C HAUMEHEE MTOABUKHOM IIEEH B CATUTTAIBHON

I0CKoCTH; cymMMapHbiii SB aROM y HuUX fgake HUKE, 9YeM Y CBUHEH, OereMoToB U Obrubux (Puc.
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33 a). Ognako cymmapusbiii LB aROM y Hocoporos u TanupoB (cpennee ~ 140°) HeCKOJIbKO BBIILIE
M0 CPABHEHUIO C MUHUMAJIbHBIMHU 3HAYCHHUSIMHU y TTAPHOKOIBITHBIX, XapaKTEPHBIMU y CBUHEH U
o6eremotoB (B cpenrem ~120°; Wilke et al., 2011; benses, 2018; Belyaev et al., 20216; Puc. 33 6).
Equidae xapakrepusyrorcs Oojee BBICOKMMH, Y€M CpPEOHHE ISl KOMBITHBIX, 3HAUYCHUSMU
cymmapaoro SB aROM (mean = 101,7°) B meiiHoM oTnene (Ha ypoBHE KPYIMHBIX aHTHIIOIN) U
YCTYMarT TOJBKO kupadam mo cymmapuomy LB aROM (cpennee ~200°), Haxonsach HA OJHOM
ypoBHE ¢ BepOmonamu 1 tamamu (cpeanee ~190°; Stolworthy et al., 2015, Belyaev et al., 20210).
[TaneoHTONOrMYECKUIT MaTepuan CBUAETEIbCTBYET O TOM, UTO OTHOCUTEIBHO KOPOTKAs IIest
ABJIIETCS U3HAYAJIbHBIM COCTOSTHUEM ]ISl HeMapHOKONbITHEIX. Ha ocHoBanuu 3amepos J./1. Kona
(Cope, 1873) oTHOCHTENBHAS IJIMHA €U Yy HEOOJBIIOrO MajeoreHoBoro Hocopora Hyrachyus
eximius coctaBisuia 19,7% or JiMHBI TYJOBHUUIHOM YacTW IO3BOHOYHMKA. Ha ocHoBaHuu
msMepenuii A. Byna u xomter (Wood et al., 2011) u 3D moneneii ckenera ¢ caiira UMORF!
OTHOCUTENIbHAs JUIMHA Iieun y A. grangeri coctaBisna 23,5% oT JuIMHBI TyJgoBMILA. JTa
MOPOTOPIMSl  HAaXOAWTCS Ha YPOBHE CaMbIX HHU3KHX 3HAYCHWH IS BCEX TMAapHO- U
HenapHOKONBITHRIX. Ha ocHoBe 3D-mopeneir Huskoro paspemenus ¢ caiita UMORF Obumn
npuOIU3UTENbHO paccunTanbl 3HaueHust aROM s cycraBa C5-C6 y Arenahippus: SB: 13,3°,
LB: 21,2°. Dkcrpanonupys 3T 3HaueHus Ha Bce Rf cycraBel, cymmapusiii aROM y sToro Buaa
noikeH ObuT coctaBiath 79,8° mnst SB m 127,2° ans LB Ha ywyactke C2-T1. DTu 3HaueHus
HECKOJIBKO BBIIIE, YEM Y HOCOPOTOB M TAalIMPOB B CATUTTAJIbHON TMOKOCTH, U, HA0OOPOT, HECKOJIBKO
HIOKE B JaTepaibHON. TakuMm 00pa3oMm, KaK OTHOCUTENbHAS JUIMHA IIEH, TaK U MOABHKHOCTH B
HIEHHBIX CycTaBaX y 0a3albHBIX AKBOWJOB OBLIM 3HAUUTENHHO HUXKE, YEM Y COBPEMEHHBIX
JIOLIAJAUHBIX. DTO OYEHb HAIIOMUHAET OJIEHBKOB, JIUISl KOTOPBIX TAK)KE XapaKTepHa OY€Hb KOPOTKast
miest ¢ JOCTaTOYHO HEBBICOKOM MOJIBMYKHOCTBIO B CyCTaBax. BeposiTHO, YTO KOpOTKas Iies
ABIIsieTCsl Hanbosee (GyHKIIMOHATIBHBIM PEIICHUEM JIJISl METIKUX KHUBOTHBIX, KOTOPbIE IPU MUTAHUU
CroCOOHBI MOATHOATH TIEpeTHIEe KOHEYHOCTH B cycTaBax. C yBeTHUeHHEM Pa3MepPOB, MACCHI TEJA,
BPEMEHHU MUTAHUS U MACChI TOTPEOIISIEMOM MUIIU Y KOTIBITHBIX MTPOUCXOAUT YIJTUHEHUE IEH.
[TonBoast wWTOT, MOXHO CKa3aTh, 4YTO Il HEMAPHOKOMBITHBIX XapaKTEPHU3yeTCsI
3HAYUTEIHHBIM MpeolIalaHueM TOPU30HTAILHOM MOJBMKHOCTH HaJl BepTUKaIbHOM (B 2,17 pa3a),
YTO 3HAUYUTENIFHO BBIIIE, YeM Y MapHOKOMBITHBIX (B 1,63 pa3a; Belyaev et al., 20210), u Tem Gonee
y IoManTHe# komku u yenoBeka (SB u LB npumepHo paBabl; Wen et al., 1993; Jones et al., 2020).
OTHOCHUTENBHO KOPOTKasi IIesi HOCOPOTOB XapaKTepU3yeTcs HHU3KOW TMOJBMKHOCTBIO U
OTCYTCTBHEM THUIEPIOABIKHBIX MEXIMO3BOHKOBBIX CYCTaBOB. JKECTKOCTh IIE€M HOCOPOIOB,

BCPOATHO, CBsA3aHA C TSDKEIION FOHOBOﬁ, KOTOpasi aKTUBHO HUCIOJIB3YCTCA BO BHYTPHUBUIAOBBIX U

L https://umorf.ummp.lsa.umich.edu/wp/specimen-data/?Model_ID=1675
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MexBUAOBEIX Oosix (Wilson & Mittermeier, 2011). B oTnuume oT HOCOPOTOB, OTHOCHUTEIHHO
JUIMHHAS Ies JIOMIaJied BBHIMONHSICT B OCHOBHOM MAHUITYJISTHUBHYIO (YHKIHIO; OHA
XapaKTepHU3yeTcsl JOBOJBHO BBICOKOM MOJIBIKHOCTBIO (0coOeHHO B LB) m dyHKIIMOHAIBHO
yIJIMHEHa 3a cueT mepBoro rpymHoro cycraBa (T1-T2), KoTopelid OTIMYaeTCs CYMIECTBEHHO

MMOBBIIIICHHOM MMOABUKHOCTBIO IIO CPABHCHHIO C IMMOCICAYIOIUMU I'PYAHBIMHA CyCTaBaAMU.

4.8 Oco0eHHOCTH IPYAHOI0 OT/AE/IA Y HENAPHOKONBITHBIX
Ammmatyast SB aROM B otnene Tf cycTaBoB 3aMeTHO HIKE 1O cpaBHEeHHIO ¢ Rf cycraBamu

meu (B cpemHem 5,0° mpotu 12,4°). KpanuanbHas yacTe TpygHOro oOTAena (Xonka) y
HETMAPHOKOIBITHBIX ~ XapaKTEpU3yeTCs 3HAUUTENbHBIM YUIMHEHHEM OCTHUCTBIX OTPOCTKOB
no3BoHKOB (Puc. 30; cMm. pororpaduu no3Bonounukos B Belyaev et al., 20226). 9o criocoOcTBYeT
MOJIZICPIKAHMIO BECa TsHKEJIOM roJIoBhl, e u TyaoBuia (I'ambapsn, 1972). Bepxymiku oCcTHCTBIX
OTPOCTKOB XOJIKH SIBIISIFOTCSI MECTOM TNPUKPEIUICHUS BBIMHOM CBSI3KHM, KOTOpas CIocoOHa
HaKaIJIMBaTh M BBICBOOOXKIATh YIPYTYIO SHEPTHIO BO BpPEeMsl BEPTHKAJIBHBIX KOJICOAHUI TOIOBBI
pu Xoap0e. Y uayIei JIomaan BelifHAs CBSI3Ka IMO3BOJISIET SKOHOMUTH 10 60% 3Hepruu, KoTopas
TpaTuTCs Ha nojaepkanue ronossl (Gellman & Bertram, 2002).

KonnuecTBo npeaKpecTHOBbIX TO3BOHKOB Y HEMMAPHOKOIBITHBIX 3HAYUTEIBHO BBIILIE, YEM Y
MapHOKOMBITHBIX (29-32 mpoTtuB 25-27) u3-3a OONBIIET0 YHCla TPYIHBIX MO3BOHKOB. bojbiiee
YHUCIIO MPEIKPECTLIOBBIX IMO3BOHKOB, BEPOSITHO, SBISETCS HCXOAHBIM COCTOSIHUEM IS
HEMapHOKOIBITHBIX, TaK PAHHEIOLEHOBBIA A. grangeri U cpeaHE’01eHOBbIN Mesohippus bairdi
(AMNH 1477) umenu no 31 npeakpecTiioBoMy Mo3BOHKY (Scott et al., 1941; Wood et al., 2011).
Jlist o0omX IManeoreHOBBIX IKBOHWJIOB Oblla XapakTepHa Mo3BOoHOYHAs ¢opmyna 7C+17T+7L.
CranpmaptHas mo3BoHOUHas Qopmyna y nomamrHer nomamau — 7C+18T+6L ¢ oTHOCHTENbHO
4acThIM OTKJIOHEHHEM B CTOpOoHY 7C+18T+5L 1 OTHOCUTENBHO PEIKUM OTKIIOHEHUEM B CTOPOHY
7C+17T+6L, 7C+17T+7L, 7C+18T+7L, 7C+19T+5L u 7C+19T+6L (Spoormakers et al., 2021;
Ta6muma 6 B [punoxennn 2). J{ns COBpeMEHHBIX HOCOPOTOB M TAIIMPOB XapaKTEPHO YBEIMUYCHHE
qyucia rpyaHbIx mo3BOHKOB (18-20 u 18-19, COOTBETCTBEHHO) M YMEHBIIICHHE YHCIIA TTOSICHUIHBIX
MO3BOHKOB. Tak, y PHHOLEPOTOMIOB YUCIO TMOSCHUYHBIX MO3BOHKOB yMEHBIIAETCS OT 7 Yy
MaJICHBKOTO 0IIEHOBOTO H. eximius, 10 5 y OTHOCUTENIBHO KpymHOTO (~0,5 M ueper, ~2 M II1HA)
Mo3/IHed01eHOBOTO Trigonias osborni (Scott et al., 1941), no 3-4 y cOBpeMEHHBIX BHJIOB. JTOT
CABUT B CTOPOHY TPY/IHBIX TO3BOHKOB, BEPOSITHO, 0OCYJIOBJIEH TOMEO3UCHBIMU T'€HaMHU U CIBUTOM
B 9KCIIPECCUH TOMEOOOKCHBIX OENIKOB, KOHTPOIHPYIOIIUX KPaHHO-KayladbHYI0 perHOHaIN3aIUI0
oceBoro ckenera (Iimura et al., 2009).

Cpennne 3nHaueHuss SB aROM B kaymanpHON wactu TpynHoro otnena y Equidae m
Rhinocerotidae sBisit0TCS CaMbIMU HU3KMMU CPEIN BCEX CEMENCTB KOMBITHRIX. Ha mepBbIii B3I
MOJKET MOKa3aThCsl MPOTUBOPEUMBHIM, YTO HEMAPHOKOIBITHBIE XapaKTePU3YIOTCs TOHKEHHBIMU

141



aMIUTUTYJaMH  MEKIIO3BOHKOBOM TOABIKHOCTH B TPYIHOM OTHENE 10 CPaBHEHUIO C
NApHOKOTIBITHEIMA, HO HWMEIOT CYIIECTBEHHO OOJbIllee YHCIO TPYAHBIX IT03BOHKOB. ITO
HOBBIIIEHHOE YUCIIO TPYAHBIX T03BOHKOB OBLIO NPUOOPETEHO HEMAPHOKOIBITHBIMI KOHBEPI€HTHO
c adporepusmu (Narita & Kuratani, 2005; Sanchez-Villagra et al., 2007). Kaxymeecs
HECOOTBETCTBHE MEXIY YMCHBIICHHEM IOJBWKHOCTH W YBEJIMYCHHEM 4YHCIA IO3BOHKOB B
TPYIHOM OTJIEJIe Y HENapHOKOIBITHBIX UMEET OYeBHIHOE (PyHKIIMOHAIEHOE 00BsicHeHne. OMHOM
u3 Haulojiee XOpOIIO M3BECTHBIX MOPGHO(YHKIMOHAIBHBIX 0COOEHHOCTEH HENapHOKOIBITHBIX
ABJsieTcs (pepMEeHTAIMs 1IeJUTION03bl B KUIIEYHHUKE, B OTIMYUE OT (hepMEHTAlMU LIEJUTI0NIO3b] B
JIOTIOJTHUTEIBHBIX KaMepax JKellylka y MmapHOKombITHRIX (Alexander, 1993). YBenuuenue uncia
MIO3BOHKOB JIENIACT TPYAHYIO KJIETKY HETIAPHOKOIBITHBIX JJIMHHEE, YTOOBI BMECTHTD YIJTMHCHHBIH
KUIIEYHUK. B TO 7k BpeMsl )keCTKOCTh KayJaJIbHOM YaCTH TPyJHOTO OT/AeJIa HO3BOHOYHOI'O CTOJ0A,
B OCHOBHOM B CaruTTajbHOil miockoctu (ymenbiieHue SB aROM), mo3BosseT maccUBHO
NOAJICPKUBATh  TSKENBIA  KUIICYHUK, HAMOJHEHHBIM TpyObIM PpACTHTENBbHBIM  KOPMOM.
[TpOTHBOTIONOXKHBIA TIPUMEP B3aMMOCBSI3U MEXKIy CTPOCHHEM IHIIEBAPUTEIBHON CHCTEMBI H
peruoHanu3anyed NoABMKHOCTH ITO3BOHOYHOIO €TO10a MOXHO HailTu y Suidae. OTH KUBOTHbIE
HE MMEIOT CJIOKHOTO JKEIy[IKa WJIM YBEJIMYEHHOHM B pa3Mepax CJIENOW KHUIIKM M HE MOTYT
adexkTuBHO mepeBapuBath mewtono3y (Wilson & Mittermeier, 2011). Mx mo3BOHOYHUK
XapaKTepu3yeTcsl HAHnOOJBIIUM CPEAH TapHOKOIBITHRIX uncioM RfL cycraBoB B KaymanbHOM
yacTu rpyaHoro otnena (mean = 3,8; Belyaev et al., 20216), B pe3ynbrare 4ero 3Ta 4acTb TpyaHOTO
OT/IeJIa XapaKTepu3yeTcsl yBeInueHHbIME aMIuuTynamMu SB aROM no cpaBHEHMIO ¢ TAaKOBBIMHU B

cpenueii (Tf cyctaBsr) wactu rpynnoro otaena (Busscher et al., 2010; Wilke et al., 2011).

4.9 lopcocTaOMIBHBIN rajJoN HEMAPHOKONBITHBIX
CHCHH&J’IHS&HI/IH YCTBCPOHOIUX MIICKOIIUTAONIUX K TaJIOIy HPOABIIACTCA, B 4aCTHOCTHU, B

CIIOCOOHOCTH TOSICHUYHOTO OT/AeNia MO3BOHOYHOTO CToj0a crubarecsi W pa3rubarThCcs B
CaruTTANIbHOM MJI0CKOCTHU. MccrenoBaHNss KHHEMATHKH TIO3BOHOYHHUKA Y JIOMIaIeH TOATBEPIKIAIOT
3T0T Te3uc. Jlomanu 3aecTBYIOT SB MOACHUYHOTO OT/ENIa TOJIBKO BO BPEMSI ACCUMETPHYHBIX
aJuopoB (MIPECTABICHHBIX B KCIIEPUMEHTaX Ha OErOBBIX JTOPOXKKAX KAHTEPOM, a HE TajioroM)
(Faber et al., 20016; Haussler et al., 2001), 1 mpakTHUecKH He 3aIEUCTBYIOT €€ MIPH XO60€ U PHICH
(Faber et al., 2000; Haussler et al., 2001).

OnmHako caruTTajgbHas THOKOCTh TMOSCHUIIBI Jomanedl HeBenwka. Jlomramum sBISIFOTCS
KJIACCHYECKUM TIpuMepoM gopcocTtabmnbHoro ramona (Hildebrand, 1959). I1I1. I'am6apsa (1972)
OTHOCHUT Tajioll Jomaaeid K CKOpOCTHOW ¢opme Oera; OH XapakTepu3yeTcs YMEHBIICHHEM
BEePTHUKAJILHBIX KOJICOAHWH IICHTpa TSHKECTH (TaKk BEpPTHKAIbHBIC KOJCOAHWS Yy TIOHU HE
NpeBbIIIAOT 6% OT BBICOTHI B XOJIKE MPH CKOPOCTH rasiona B 45 km/4), ymeHbiienneM uROM B
cycTaBaX KOHEYHOCTEW M yBeiauueHueM yacToThbl mmaroB (I'ambapsn, 1972). Cymmapusiii SB
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aROM B nosicHHYHO-KpecTLOBOK obnacTu y 3kBuA (mean = 50,4°) B cpeqnem Ha 10° Bbimie, yem
y Giraffidae u Hippopotamidae, n nmeer takoii xxe cymmapssiii SB aROM, kak y Ob19buX, ycTymnast
B cpenHeM 10° kpymHbiM anTIiIonaMm (Belyaev et al., 20216; Puc. 34). Takum o6pa3zom, ¢ TOUKH
3peHusi JOPCOCTa0MIBHOCTH TO3BOHOYHHMKA JIOUIAJAM OYEHb TMOXOKM Ha ObIYbUX M HEKOTOPBIX
npeACcTaBUTeNeH CKOPOCTHOM (hOpMBbI Oera, TaKuX Kak CEBEPHBIN OJICHb U THY.

[LITI. Tambapssta (1972) oTHOcWT Trajom TamupoB K TapaHHOW Qopme Oera; OH
XapaKTepU3yeTCs. OTHOCHUTEIbHO BBICOKMMHU BEPTHUKAIbHBIMU KOJIEOAHMSIMHU LEHTPa TSHKECTU
(6omee 14% OT BBICOTHI B XOJIKE MPU CKOPOCTH Tanoma B 35 km/a y T terrestris) U BICOKUMU
uROM B cycraBax koneuHoctedt (I'ambOapsin, 1972). Jjis STUX JKUBOTHBIX XapaKTepeH
apkooOpa3Hbli TPOdUIIb MOSCHUYHO-KPECTIIOBOTO OTJIEa MO3BOHOYHMKA. AHajoru4Has (opma
CIUHBI HAONIOAETCS] y HEKOTOPBIX MapHOKOIBITHBIX (OJEHbKH, MHOTHE MEJKHE AHTHJIONBI,
KOCYJIM U T.[1.), KOTOPbIE UMEIOT OY€Hb BHICOKUI cyMMapHblii SB aROM B 10osICHUYHO-KPECTIIOBOM
ornene (75-90° oTMETHM, YTO y ITHX MAapHOKOMBITHBIX €CTh BIOOABOK B TPYIHOM OTIEIE
Heckonbko RfL cycTaBoB ¢ moreHuuanbHO BhICOKMM SB). V TanupoB, HanpoTuB, HECMOTPS Ha
CXOJIHYIO KPUBHU3HY MMO3BOHOYHUKA, OABMKHOCTh B MOSICHUYHO-KPECTIIOBOM 00JaCTH MPUMEPHO
B/IBO€ HHM)KE, YeM Y 3TUX MapHOKOMBITHBIX (~40°). MMmeromuecss BUACO3aMUCH U U300paKeHUS
(Tambapsia, 1972) ranonupyromux TamupoB MOATBEPKAAOT ATOT BBIBOA. [IpuOmusurenvHas
OIIEHKa CYMMAapHOTO yIJIa HaKJIOHA MOSICHUYHO-KPECTLIOBOTO OT/ENa MO3BOHOYHHKA BO BpeMSs
MeJIEHHOTO Oera TsDKeNbIM JlaTepalibHbIM ranonoM y 7. indicus coctaBnser ~29°, a BO Bpems
JIETKOTO JIarepanbHoro ranomna y 1. terrestris — ~34° (Puc. 36). O6a 3HaueHUS TPUOIUKAIOTCS K
paccuntanHOMy cyMMapHoMy SB aROM (~40°) 3Toii yacTh MO3BOHOYHHMKA U B TPU pa3a HUKE,
YeM aMIUTATYIBI JIBHKCHUS TIPU JJOPCOMOOMITEHOM rajorne y 6op3eix (Muybridge, 1887; Alexander
et al., 1985). BrioniHe 1oruyHo, 4YTO BO BpeMs JIETKOTo U 0osiee ObICTPOro rajomna pasHulia Mexay

cymmapHbiM UROM u aROM MeHbIiIe, 4eM BO BpeMs 0ojiee MEIJICHHOTO U TshKeIoro ranorna (~6°

npotus ~11°).

Puc. 36. Pa3max caruTTagbHOM NOABMKHOCTH B TOSICHUYHO-KPECTIIOBOW OOJIACTH CIUHBI,
UCTIOJIb3YEeMbIl TarmupaMu BO BpeMs raiona. (a) MeaneHHbIM JaTepalibHblid ranon y Iapirus
indicus (¢ caiitra  https://www.youtube.com/watch?v=UX70MCvtmu0); (6) ObICTpbIi
narepanbHbIi ranon y Tapirus terrestris (u3 'amOapsia, 1972 ¢ usmenenusimu). 13 Belyaev et al.,
2023 c U3MEHEHUSIMH.
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ILIT. TamGapsta (1972) OTHOCHT Tamom HOCOPOTOB K TMONYyTsKENOW Qopme Oera.
CoBpeMEHHBIE  HOCOPOTH  SIBJISIIOTCSI  CaMBIMH ~ KPYIHBIMH ~ KUBOTHBIMH,  PETYJISIPHO
MCTIONB3YIOMMMU Tason s nepeasmwxkenus. Cymmapueiii SB aROM B nmoscHUYHOM oTaene y
Rhinocerotidae camplii Hu3kHU (B cpemHeM = 29,6°) cpenu BceX HW3YYEHHBIX NapHO- U
HETapHOKOMBITHBRIX. {151 6eroro Hocopora, B OTIMYHE OT JPYTUX COBPEMEHHBIX HOCOpPOTOB,
XapaKTepHO M3MEHEHUE OpUEHTAIMH (AHTUKIMHMS) OCTUCTBIX OTPOCTKOB IIO3BOHKOB OT HAKJIOHA
Hasaja Ha HakJoH Briepen (Puc. 30 B, ; cM. poTorpaduu nmo3BonounukoB B Belyaev et al., 20220).
VY npyrux HOCOPOroB BCE OCTUCTBIE OTPOCTKH MO3BOHKOB B TYJIOBUIIIHOM M KPECTLIOBOM OTAEIaX
uMmeroT HaknoH Hasan (Puc. 30 x, 3). Y Ceratotherium simum 16" rpyaHo#l MO3BOHOK MMeeT
BEPTUKAJIbHYIO0 OPUEHTAIMI0 OCTHCTOTO OTPOCTKA, a ABa nocieanux rpyanbix (T17 u T18) u nsa
U3 TpeX MOSCHUYHBIX MMO3BOHKOB XapaKTEPHU3YIOTCS OCTHCTHIMH OTPOCTKaMH, HalpaBICHHBIMU
Brepea. OnHako 3Ta Mopdosoruueckas 0COOEHHOCTh HE BIMSET Ha PACCUMTAHHYIO aMIUIUTYIY
SB aROM; nosicHu4HO-KpeCTHOBIN oTnen Ceratotherium simum UMEET TaKyIO e OABHKHOCTB,
KaK 1 y Jpyrux HocoporoB. CKopee BCero aHTUKJIMHUS OCTUCTBIX OTPOCTKOB y 0e0ro Hocopora
CBf3aHAa C pachpeiesieHueM JeHCTBYIOIMX CWiI. HakiIoH Brepea OCTHCTBIX OTPOCTKOB Y
Kay/JaJIbHBIX ITPEAKPECTIOBBIX MIO3BOHKOB COKPAILIAET PACCTOSIHUS MEXK/1y BEpLUIMHAMU OTPOCTKOB.
3T0, B CBOIO OYEPE/Ib, COKPAIIAET JJIMHY MEKOCTUCTBIX CBA30K U yUYaCTKOB HaJJOCTUCTOM CBSI3KH,
KOTOpasi COEANHSIET BEPILIMHBI OTPOCTKOB, ITOJI00HOE COKpallieHue 0e3 3aTpaT MBIIIEYHON SHEPTUN
OTpaHUYMBAET BEHTpaJbHOE CrubaHMe KayJlajdbHOW YacTH CIHHBI. 32 CUET 3TOro BO3PACTaeT
JKECTKOCTh CITMHBI Ha TOM CTaJMH rajiona, Korjua Ha 3emiie HaXOASTCs TOJNBKO 33/ THUE KOHEUHOCTH,
a TMO3BOHOYHHK BBHITIONHIET TOAAEPKUBAIOINYI0 (PYHKIWIO IS KpaHUATbHOW YacTH Tela U
roioBbl. MOXXKHO NpEANONOXKNUTh, YTO AHTHKJIMHHUS OCTHCTBIX OTPOCTKOB y O€l0ro Hocopora
CBf3aHAa C HHBIM paclpeiesieHHeM MacChl BIOJb TYJOBMILA, BO3MOXKHO, C Ooyiee TsKenon
nepeHell 4acThIo Tella ¥ TOJI0OBOM, YeM y IPYTHX HOCOPOTOB.

B uenom, y Equidae, Tapiridae u Rhinocerotidae cymmapusiii SB aROM B mosicHU4HO-
KpECTLOBOM 001aCTH 3HAYUTEIBHO HUXKE, YEM Y TAPHOKONBITHBIX, UCIIOJIb3YIOLIUX T€ Ke (POpPMBI
6era. OnHaKO HEMAPHOKOMBITHBIE IEMOHCTPUPYIOT CXOACTBO C MAapHOKOMBITHBIMU B TOM, YTO
CKOPOCTHOH Oer XapaKTepHu3yeTcsl CaMOM BBICOKOM, a MOMYTSIKEIIbIM — CaMON HU3KOW CyMMapHOU
SB aROM. ITloaBoast UTOT, caruTTallbHAs MOABMKHOCTH MOSCHUYHOW OONACTH, KOTOpask MOXKET
OBITH MCIIOJIB30BAHA BO BpPEMS rajolla, OrpaHHYEHa y BCEX COBPEMEHHBIX HEMAPHOKOIBITHBIX.
[IpencraBuTeneit Bcex TpeX CEMEWCTB MOXHO CYHTATh 'HOPCOCTAOMIBHBIMH'" KMBOTHBIMU B
tepmunax [LI1. 'amGapsna (1972). Cpenyu mapHOKONBITHBIX TOJJOOHOE COCTOSIHUE BCTPEYaeTCsl y
HauboJIee KPYMHBIX U TSHKEIBIX MPEACTaBUTENICH B pe3yabrare ajuiomeTpudeckoro pocta (Belyaev

et al.,, 2022a). B 3TOM KOHTEKCTE, HEYAWBUTEIHHO, YTO TOIBHXHOCTH MOSCHUYHOW OOJIACTH Y
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CaMbIX KpPYMHBIX TaJOMHUPYIOUIMX MIIEKONUTAIOIMIMX — HOCOPOTOB, HHXKE, YeM Yy BCeX
MCCIICIOBAHHBIX TTAPHOKOIIBITHBIX.

Kak 0110 MOKa3aHo paHee miist mapHOKONBITHBIX (Belyaev et al., 202106), yBenuuenue SB
aROM (kak cyMMapHOTo, TaK ¥ CPETHETO) B MOSICHUYHOM OT/IeJIe TO3BOHOYHHKA COMTPOBOXKIAETCS
YAJIMHEHUEM TOSCHUYHOTO OTZeNIa OTHOCUTENIBHO TYJIOBUIIIHOMN YacTH MO3BOHOYHHUKA B LIEJIOM, a
ymenbiienne SB aROM, Hao6opoT, ykopoueHueMm. HemapHOKONBITHRIE ¢ UX MajJOMOOHIBHBIM
MOSICHUYHBIM OTJZIEJIOM, TaKXKe CIEAYIOT 3ToMy MpaBmily. OTHOCUTENbHAS AJUHA MOSCHUYHON
obnactu y Equidae u Tapiridae ananoruuna takoBoit y Giraffidae u Hippopotamidae, kotopsie
NPEACTaBISIIOT MUHIMYM Cpellu TapHOKOIBITHBIX, a y Rhinocerotidae mosicanynast obmacth naxe
6omnee xopotkas (cpemnee = 14,1%).

Takum o00pazom, JomIaad MOTYT CUUTATbCcs HauMeHee JOPCOCTAOMIIbHBIMU M3 BCEX
COBPEMEHHBIX HEMAapHOKOIBITHBIX. ECiM ynopsiiounTh BceX KOMBITHBIX [0 3TOMY NPHU3HAKY OT
HanOosnee SB-MoOuIbHOM 10 HaunOoilee SB-cTaOuiIbHON MOSCHUYHOM 00JaCTH, TO 32 MEJIKUMH
MApHOKOTIBITHBIMHE CJIETYIOT KPYITHBIE BMECTE C JIOIIaIbMH, a Haubosee CTadMIbHBIMU (hOpMaMU
SIBJITFOTCSI Tanupbl 1 HocoporH (Puc. 37).

Bce onmcanHoe Bbllle MPUBOIUT HAC K BONPOCY O TOM IOYEMY MOSCHUYHO-KPECTIIOBBIH
OT/IET Y HEMTAPHOKOTMBITHBIX SBISIECTCS HACTOIBKO MAJIOTIOIBUKHBIM B CAaTUTTAJILHON MJIOCKOCTH?
SBnsieTCS MM ATO MCXOAHBIM WMJIM BTOPUYHO BO3HHKIIUM COCTOSHHUEM JUISI TIPEICTaBUTEICH
orpsna? BoNBIIMHCTBO TUIE3MOMOP(GHBIX TMAJECOTEHOBBIX HEMAPHOKOMBITHBIX OBUTA MEJIKUMU
JKUBOTHBIMH. Tak, Hampumep, 3kBou Arenahippus 6b11 okono 60-70 cM B JJIMHY W BECHIT OKOJIO
9 xr, Tarmupoun Heptodon — oxono 15 xr, a punonepotoun Hyrachyus — oxono 20-50 kxr (Radinsky,
1978; Wood et al, 2011). K. J[xonc (Jones, 2016), ocHOBbIBasgcb Ha MOPQOIOTHU
MEKITO3BOHKOBBIX CYCTaBOB, IIOKa3aja, YTO YBEJIHMYEHHE pa3MEpoB Teja Yy JIOMIAHHBIX
KOppenupyeT ¢ 6oJiee BHICOKOI, Oosee cepaieBuAHON GopMOoii Tel TO3BOHKOB U 0oJiee JopcaibHO
PacroNoXKEHHBIMU 3Uranodu3aMu, 4YTo MPUBOAUT K YMEHbIIEHUIO0 aMIuTyasl SB aROM. DOrot
BBIBOJI, CKOPEE BCETO, COOTBETCTBYET JIEHCTBUTEIBHOCTH, TOCKOJIbKY YBEITHMUEHHE OTHOCUTEILHON
BBICOTHI Tejla TO3BOHKA WM BBICOTHI HEBPAIBHOW AYTH TPHBOAWUT K YBEIMYCHHUIO paauyca
CaruTTaJbHOTO IBIKEHUS B CYCTaBe, a yBEJIMUEHUE PaJNyCa CaTrUTTAIBHOTO ABMYKEHUS TIPUBOIUT
k ymeHnbieHuto SB aROM (Niemeyer et al., 2012; Belyaev et al., 2022a). CornacHO U3MepeHHsIM
A. Byna u xomier (Wood et al., 2011), oTHOcuTenpHAs IJTMHA MOSICHUYHOTO OTHeNa y A. grangeri
coctapisieT 36,8% OT JIMHBI TYJIOBHUIIHOW YacTH TO3BOHOYHHWKA, uTo Ha 10% Oombiie, yem
CpeIHsisl UIMHA MOSICHUIIBI Y COBPEMEHHBIX SKBH/I, U OU€Hb OJIM3KO K CpEeAHEMY MOKA3aTeNto IS
napHokonbITHEIX (Belyaev et al., 202106). Takum oOpa3om, 6onbiioe konmuyecTBo RfL cyctaBoB
(10) 1 mOsICHUYHBIX TO3BOHKOB (7), OTCYTCTBHE IONOIHUTEIBHBIX CyCTaBOB MEK/Y MONEPEYHBIMU

OTPOCTKAMHM, XapaKTEPHBIX JIJIsI BCEX COBPEMEHHBIX HemapHOKonbITHRIX (Wood et al., 2011), Gonee
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JUIMHHBINA TIOSICHUYHBIN OTJEN O CpPaBHEHHIO C COBPEMEHHBIMU JIOIIAIMHBIMH, HECKOJIBKO
MEHbBIIIAsi BBICOTA TEJI MO3BOHKOB M CYCTaBOB 3UTANO(H30B IMO3BOJSET IMPEANOIOKUATH, YTO
HOSICHUYHAs 00J1aCTh y MEJIKUX MaJ€Or€HOBBIX AKBOUJOB OblIa JOCTATOUYHO BBICOKO MOJBHKHOM.
Takoe ke NpPEANONIOKEHHE paHee ObLIO CHENaHO B HECKOJIBKHMX JPYTHX HCCIEAOBAaHHIX
(Preuschoft & Franzen, 2012; Jones, 2016). bonee nmonBmwkHas MOSCHUYHO-KPECTIIOBAsT 00JIACTh
Obly1a XapakTepHa U JJIs JIETKO CIOKEHHBIX MaJleOreHoBbIX mpenacraButenei Ceratomorpha. Tak,
NO3BOHOYHAsA (opMysia IUIE3MOMOP(HOrO 30LEHOBOIO puHouepotouna Hyrachyus eximius
(7C+18T+7L) xapakrepusyercs OOJbIIUM KOJIMYECTBOM MOSICHUYHBIX 103BOHKOB (Cope, 1873;
Hayden, 1883). OcuoBbiBasice Ha 3amepax J.Jl. Koma (Cope, 1873), oTHOcHTenbHAsl IHHA
nosicHuYHoro otaena y H. eximius (41,5%) naxe Oonbiue, yem y A. grangeri, ¥ Io4TH B 3 pasza

6OJ'IBH_IC, 4YEM Y COBPEMEHHBIX HOCOPOTI'OB.

m
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5
‘\\
Arenahippus grangeri N
0° 10° 20° 30° 40° 50° 60° 70° 80° 90°

Puc. 37. B3auMoOCBsi3b CyMMapHOM CaruTTaJIbHOW TOJABMXKHOCTH B TOSICHUYHOM OTJIEJIE
MO3BOHOYHOTO CTOJI0Aa M KyOMYECKOro KOpPHS MacChl Tella Yy MapHO- U HEMapHOKOMBITHBIX. U3
Belyaev et al., 2023 ¢ u3MeHEHUSIMHU.

I[JISI KOJIMYECTBECHHOM OLCHKU TIOABMKHOCTH B IHOACHUYHO-KPCCTIHOBOM  OTACIIC

IMO3BOHOYHHUKA Y 0asanbHBIX HCMTAPHOKOIIBITHBIX OBLIN UCITOJIb30BAHLI 3D-MOI[€J'H/I IMO3BOHKOB A.
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grangeri (UMMP VP 115547): monens Hu3koro paspeenus ¢ caiita UMORF nns T17 u monenu
BBICOKOTO  paspemeHuss  aus Ll (https://doi.org/10.7302/rh9g-7359) wu  L2-SI
(https://doi.org/10.7302/81eq-6x84). B pe3ynbrare ObIIIN pacCUUTaHbl TPUOIUZUTEIBLHBIE OIICHKH
SB aROM pns 4 u3 7 nosicanunbix cyctaBoB (T17-L4): 7,4° 8 T17-L1, 7,0° B L1-L2, 9,0° B L2-
L3, 8,2° B L3-L4. Dkcrpanonupys MOIYyYE€HHOE CpElIHEE 3HAUCHHE Ha BCE MOSICHUYHBIE (U
MOSICHUYHO-KPECTUOBBIN cycTaB), cyMMapHbli SB aROM B cycraBax T17-S1 y A. grangeri
coctanisin 63,2°. Eciii pa3yMHO NMPEATNONI0KUTh, UTO Y Arenahippus ObuIo 10 KpaitHeit mepe 10°
JIOTIOJIHUTENBHONM SB NOABM)KHOCTUM B IOSCHUYHO-KPECTLIOBOM CYCTaBE€ IIO CPAaBHEHHIO C
BHYTPHUIIOSICHUYHBIMU CyCTaBaMH, TO cyMMapHblii SB aROM B NOsICHUUHO-KPECTLIOBOM YacTu
MO3BOHOYHOTO CTOJI0A Y ATOTO KUBOTHOTO JOJDKEH ObLT mpeBbimath 70° (Puc. 37).

Bce HamucanHoe BbIlIE TO3BOJSET NPEANONIOKHTb, YTO JOPCOCTAOMIBHOCTH BCEX
COBPEMEHHBIX HEMAPHOKOMIBITHBIX SIBJIAETCS IPOU3BOJHON UYE€PTOM M BO3HHMKJIA KOHBEPT€HTHO BO
BCEX Tpex ceMmeiicTBax. J[Ba ocHOBHBIX peaukTopa SB aROM B osICHUYHO-KPECTIIOBOH 001acTH
y KOTBITHBIX — 3TO Macca Tena (awtomerpusi) u gopma Oera (Belyaev et al., 20216, 2022a).
HaunbGonee mopcomoOunbHbie ¢GopMbl Oera (NPBDKKOBAsS W MPBDKKOBO-CKOPOCTHAs) HMEIOT
BepxHuil penen maccol Tena (200-300 kr u 200-400 k1, coorBeTcTBeHHO). [10 Mepe yBennueHus
Macchl Tenla 0 COOTBETCTBYIOLIMX MPEIESIOB KOMBITHBIE MEPEXOIAT Ha O0Jiee COOTBETCTBYIOIIHE
JUIsL UX HOBBIX pa3MepoB ¢opMmbl Oera. Bce coBpemMeHHbIE BUIbI HEMAPHOKOMBITHBIX — 3TO
JKUBOTHBIE CO CPEHUM M KPYIHBIM pa3MepoM Teja. YBEIMUEHHUE pa3MepoB Tella y BCEX TPYIII
HEMApHOKOIBITHBIX B XOJ€ HBOJIOLMU OYEBUIHBIM 00Opa30M COIMPOBOXK/IAJIOCH YBETHUYEHHUEM
NOTPEOHOCTH B MHIIE, YTO MPUBEIO K YBEIMUYEHHUIO BBICOTHI 3yOHBIX KOPOHOK U MOP(HOIOTUH
JKeBaTEILHOU MTOBEPXHOCTH MIEUHBIX 3y00B (Janis, 1995; Mihlbachler et al., 2011) u, ckopee Bcero,
IPUBEJI0O K YCIOXKHEHHUIO MUIIEBAPUTEIbHON CHUCTEMBl U YDIyOJEHHIO CHEIUaIM3alUd K
dbepMeHTanuu 1eJUTI0N03bl B KUIIEYHNKE. BepoaTHo, yBenndyeHne pa3MepoB Tejla U HapacTarolas
afanrtanus K (epMEeHTAlUN UEJUTION03bl B KUIICYHUKE MPUBEIH K YBEIMUEHUIO YHCIIa TPYIHBIX
MIO3BOHKOB. UeM TsKellee CTaHOBWJIACH MUIIEBAPUTENbHA CUCTEMA U JJIMHHEE TYJIOBUIIE, TEM
0O0JIBIIYI0 HArpy3Ky HCHBITHIBAIM MOSCHUYHBbIE MbIIIbL. [losToMy Heobxoaumo ObLIO JTHOO
YBEJIMYUTh MAacCy OTHX MBI, JH00, YTO TMPEANOYTUTENIbHEe, OrPaHWYHUTh pa3zMax HX
COKpAIIIEHUS JUIS BRIMTPHIIIA B cujie. Takum 00pa3oM, Tuana3zoH COKpAIeHHs TOSICHUYHBIX MBIIIII]
y HEMapHOKOIBITHBIX OBLT OrpaHuyeH 3a cueT ymeHbleHuss SB aROM B kayianbHBIX TPYIHBIX U
MOSICHUYHBIX CyCTaBaxX. JTO MPHUBEJIO K MOYTH NoJTHOMY Hcue3HoBeHuto RfL cycTaBoB y Tanupos
U HocoporoB. Takum o00pa3oM, AOPCOCTAOMIBHOCTH TMO3BOJWIA HEMAPHOKOMBITHBIM 0e3
3aMETHOTO YBEJIMYEHUSI MacChl OCEBOM MYCKYJaTyphl 3HAUUTEIbHO HApAacTUTh Maccy

HHHleBapHTCHBHOﬁ CHCTCMBI.
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3AK/TIOYEHHE

B pesynbprare mpoBeaeHHONW paboThl ObLIa 00OCHOBaHA BaJMIHOCTh MEXaHHCTUYECKOM
MOJENM JJIsl pacueTa MEXIO3BOHKOBOW IOJABWKHOCTM B  CyCTaBaX, COEIMHEHHBIX
MEKIO03BOHKOBBIMU AucKaMH. [IpennoxkenHas Moziesib HO3BOJISET PACCUNTHIBATh AMILTUTYLY BCEX
TPEX COCTABIAIOUIMX MEKIO3BOHKOBOM MOJBM)KHOCTU (CArUTTaIbHOM TMOKOCTH, JIaTepasbHOU
rMOKOCTH M OCEBOTO CKPYUMBAHU) U JUIsl BCEX TPEX TUIIOB COYWIEHOBHBIX CYCTaBOB 3Uranogu3oB
(paguManbHOrO, TAHTEHIMAJIBHOIO W PaJMalbHOTO C  3aMKaMH), XapakTepHBIX  JJIs
NPEAKPECTIIOBOTO OTJIeNa MO3BOHOYHOTO cTob0a MilekonuTaromux. KamubpoBka monmenu Ha
OCHOBE MOJICJIbHBIX JAHHBIX W3 [N Vifro HUCCIEIOBAaHUHM CKEJIETHO-CBSI30YHBIX IpenapaToB
YeloBeKa M TPEeX BMJOB IAPHOKOMNBITHBIX II03BOJIAET YTBEPXkAaThb BaJIMIHOCTb AMILIUTYH
HOABM)KHOCTH, PAaCCUUTAHHBIX MO CKeJeTaM KOIBITHBIX. EMuHO0Opa3ne TPUroHOMETPpUYECKUX
(dopMyn ISl KOTIBITHBIX M YeJIOBEKa O0elaeT MUPOKUN MOTSHIIMAI ISl IPUMEHEHHUs] MOJENU K
JIPYTUM IpynnaM MIEKONUTAIOIIUX.

KnroueBbIMU mapameTpaMM, KOTOpPbIE OINPENEINAIOT CArUTTaJbHYI0 TMOKOCTb B CYCTaBe,
ABJIAIOTCA JUIMHA COWICHOBHBIX OTPOCTKOB, BBICOTA T€Ja IIO3BOHKA U HEBpalbHOM Ayru. Tak, B
MOSICHUYHO-KPECTLIOBOM CYCTaBe NpHU YBEIWYEHUHU B HeM aMIuTyasl SB aROM npoucxonut
CYILIECTBEHHOE YBEJIMYEHHE JUIMHBI (haceTOK 3Uranou3oB, a TAKKE COKpALICHHE BBICOTHI
IIO3BOHKA; IE€PBOE CHOCOOCTBYET YBEIUYEHHUIO JUIMHBI IYI'M IBM)KEHHS B CYyCTaBe, BTOpOe
COKpallaeT paauyc BpaieHus. Bmecre o0a 3THX H3MEHEHHS 00ECIEUMBAIOT CYIIECTBEHHOE
YBEJIMYEHHUE YTIIOBOM MOABMKHOCTHU. JlarepanbHas M oceBas MOABMKHOCTh B IIEPBYIO OU€pellb
CBSI3aHBI C MIMPUHON COUJICHOBHBIX OTPOCTKOB B TPAHCBEPCATIHHON MJIOCKOCTH U BO3MOYKHOCTHIO
BbIXO/1a (haceToK MOCT3Urano(u30B 3a IpaHHIbl Ipe3uranopu3oB M03aJUIEKAIETO MO3BOHKA.
Tak, UIs1 0CEBOr0 CKpPy4YMBAaHMS 3TOT BBIXOJ COBEPIIEHHO HEBO3MOXEH B 3aMKOBBIX CyCTaBax
MOSICHUIIBI M, HAOOOPOT, SBISETCS JOCTATOYHO OONBIIMM ISl TaHTeHIMAJIbHBIX CyCTaBOB
KpaHUAJIbHOM YacTH TYJOBHIIHOTO OT/ie]a MO3BOHOYHHKA.

B xome oOocHoBaHMs Monenu ObIJIO MOKAa3aHO, YTO CTPOEHHE CYCTaBOB MEXIY
COWJICHOBHBIMHU OTPOCTKaMH (3uranopusamMu) sBIsieTcs Oojee BaXHOH JeTepMHUHAHTOU
ME)KI03BOHKOBOM MO/IBU’KHOCTH, Y€M NPUHAIEKHOCTh K TOMY WJIM HHOMY OT/I€Ty II03BOHOYHOTO
cTo0a, KOTOpbIE TPATUIMOHHO OIpPENeNSIIOTCS MO pa3BUTHIO pebep. bbuio mokazaHo, yTo
panuanbHas (BMeCTO OOBIYHOM TaHT'€HLMAIbHOM) OpHeHTalus (aceTok 3uranopu3oB B NEPBOM
tynoBuiiHoM cycrtase (T1-T2) cBszana y jomaneit u xupada ¢ CyIIECTBEHHO MOBBIIIEHHOM
MOJBMKHOCTBIO B CaruTTajibHOW M (PPOHTAIBHOM IUIOCKOCTSIX, YTO IIO3BOJISIET HApacTUTh
HOABMKHOCTh ILIIEM 3a CUET IEpBOro TYJIOBUIIHOIO cycTaBa. bblla BbICKa3aHa TUIOTE3a, YTO
U3MEHEHHE OpHUEeHTalMu (aceTok 3uranou3oB B TYJIOBHIIHOW YacTH IO3BOHOYHHMKA Y

MIJICKOIIUTAOIIX (OT paaruajJIbHOIO THUIIA K TaHFeHHI/IaHLHOMy) CBA3aHO C JIOKOMOI_[I/IGI\/'I.
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TaHreHIMalbHbIE CyCTaBbl TPYIHOTO OTAEa CIOCOOHBI K 3((PEKTUBHOMY OCEBOMY CKPYUHUBAHHIO.
KiroueBoii ¢pyHKIMEH poTaIiy MPH TaJIONe SBISIETCS BO3MOKHOCTh BpalIaTh MapacaruTTalbHYyIo
IUIOCKOCTh NEPEIHUX KOHEYHOCTEW B Ty WJIM MHYIO CTOPOHY OTHOCHTEIBHO TAKOBOM 3aIHHUX
KOHEYHOCTEH, YTO MO3BOJISIET MIICKOIUTAIOLINM JIOBKO MAaHEBPUPOBATh BO BpeMs Oera.

Bbu1 npoBenieH nepBbIi MKUPOKOMACIITAOHBIA aHAIN3 MEKITO3BOHKOBOM TMOIBHKHOCTH Ha
BCEM IPOTSKEHUU NMPEAKPECTIIOBOM YacTH MO3BOHOYHMKA Y MIIEKOMUTAOLIUX. DTO MO3BOJIUIO
YCTaHOBHUTH  AJUIOMETPUYECKYI0, TAaKCOHOMHYECKYI0, OKOJOTHYECKYI) H JIOKOMOTOPHYIO
cnenu(UKy TO3BOHOYHHMKA Ha IMpHUMEpe KOMNBITHBIX MJiekonuraooumx. IIpoBenenHoe
uccienoBaHue oxsarbiBaeT 78 BuaoB u3 10 cemelictB mapHo- u 15 BuaoB u3 3 ceMmelcTB
HENapHOKOIIBITHBIX.

bbulo moka3zaHO, YTO € YBEJIMYEHHEM OTHOCHUTENBHOM [UIMHBI IIEWHOIO OTAela
MO3BOHOYHHMKA TPOUCXOAMUT YBEJIWYEHHE €ro I'MOKOCTHM B CAarUTTajJbHOM W TOPU3OHTAJIBLHOU
IIOCKOCTSAX. TakuM 00pa3oM, y KOMBITHBIX MJICKOIMTAIOIIMX, YeM JUIMHHEE Ines, TeM Oosee
FMOKMM MaHMUIIYJASTOPOM JUIs B3aUMOJEHCTBUS cO cpenoi oHa sBiusercs. [lpu atom
aJUIOMETPUYECKUI POCT Tela HE CO3aeT OTPAaHUYCHUN IS YBEIUYCHU OABYKHOCTH 11en. Tak,
HauOoJiee JUIMHHBIC U MOIBUKHBIC IIEHHBIC OT/IENbI XapaKTEPHBI I TAKUX KPYMHBIX )KMBOTHBIX
Kak xupadsl, BepOmonsl u jomanu. Hampotus, mis mie3noMopdHbIX 1Mo cBoei Mopdoiaoruu
MapHOKOIIBITHBIX (CBUHEH, OJICHHKOB) XapaKTepHa KOPOTKas U JJOCTATOYHO MaJIOMOBUKHAS I1Ies,
OCHOBHAsI YaCTh MOJBUKHOCTHU KOTOPOH MPUXOAUTCS Ha CYCTaBbl MEXK/y TOJIOBOM U aTJIAaHTOM, U
amiaHToM M snuctpodeemM. Ha mpumepe HeOONBIIOro MCKONaeMoro skBouna Arenahippus u
COBPEMEHHBIX JIOIIAIMHBIX OBLIO MOKa3aHo, YTo Ies coBpeMeHHbIX Equidae siBisieTcst 3aMeTHO
0os1ee THOKUM MAHUITYJISITOPOM, YEM Y UX MAJIEOT€HOBBIX MPEAKOB.

B pesynbrare mpoBeseHHOW pabOTHI TOKa3aHa KOMIUICKCHas (YHKIIMOHAIBHAS POJIb
TPYOHOTO OTZA€Na y KONBITHBIX. OH OJHOBPEMEHHO SIBISIETCS: JKECTKOM OIOPOM ISl MepenHen
YacTU TYJIOBHIA, TOJOBBI M IIEH; OPraHOM IOIVIOUICHHWS] KUHETHYECKOM JPHEPrMM Tela IpHU
IPU3EMIICHUH Ha MEpeAHHE KOHEYHOCTH; OTBEYACT 3a BpAILIEHUE IIJIOCKOCTU MEPEIHUX
KOHEYHOCTEH OTHOCHUTENIbHO TaKOBOM 3aJHUX, YTO HCHOIb3YeTCSd MIIEKOMUTAIOUUMHU TpU
MaHEBPUPOBAHMHM; KayJajbHas 4acTb TPYIHOIO OTAENA Y HEKOTOPHIX BUAOB IAPHOKOIBITHBIX
MOXET aKTHBHO 33/1eHCTBOBAThCS B CATUTTAJIbHOM CrHOaHUU-PAa3THOaHUHN BMECTE C MOSCHUYHBIM
OT/IEJIOM BO BpeMs Tajoma, a crenu(puieckoe JopcalbHOE BHITHOAHUE B KpaHHAIBHOW YacTH
TPYIHOTO OTJieNa, BEPOSITHO, MOJKET 3a/IeCTBOBATHCS BO BpeMs BCIUIBITHS y 6eremora. Hactonbko
pa3sHOOOpa3HbIil MepeueHb 3a/ad, BBINOJHSAEMBIX TPYAHBIM OTAEIOM, OOBSICHSIET, IMOYEMY,
HECMOTps Ha BIEUATIISIONIEE YAJTUHEHHUE OCTHCTBIX OTPOCTKOB MO3BOHKOB B O0JACTU XOJIKH Y
KPYIIHBIX KOTBITHBIX, OH HUKOT/IA TOJTHOCTHIO HE TEPSET BHYTPEHHIOI MOABMKHOCTH (UTO MOIVIO

OBl IPOUCXOIUTD 3a CUET CPACTaHMsI IO3BOHKOB JIPYT C APYTOM Ui YBEIUYEHUS KECTKOCTH).
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ITonBMKHOCTh TOSCHUYHOIO OTHE€Ja CHUHBI B CarUTTAJBHON IJIOCKOCTH AaKTHBHO
3azeiicTByeTcs BO Bpems rajomna. Ee pa3smax y KONBITHBIX OKa3ajcsi HEOKMJIAHHO BEJUK H
JETEPMUHUPOBAH JIByMs IIaBHBIMH (PaKTOpaMU: pasMepaMu Tejia (aNIOMETPUUECKUM POCTOM) U
dopmoii Oera (JlokoMOTOpHOM crierudukoif). IlonydyeHHbIe JaHHBIE CBUAETEIBCTBYIOT O TOM, YTO
npemiokennoe [LI1. ['ambGapstHOM pa3zeneHre KONMBITHBIX W XHIIHBIX KaK JOPCOCTA0MIBHBIX U
JIOPCOMOOMIIBHBIX O€ryHOB, COOTBETCTBEHHO, sBiseTcs ynpouieHueMm. [lonBuxHOCTH B
MOSCHUYHOM OTZEJIE U NMOSICHUYHO-KPECTIIOBOM CYCTaBe Y MHOTMX MEJIKHX U CPEIHUX I10 pa3Mepy
HNapHOKOMBITHBIX HAXOAMTCS HA YPOBHE COBPEMEHHBIX XMIIHbIX. HampoTuB, OOJBIIMHCTBO
KPYITHBIX KOIBITHBIX IEHCTBUTEIBHO SBISIFOTCS IOPCOCTAOMILHBIMHU KUBOTHBIMH; B OCOOCHHOCTH
3TO KacaeTcsl HeMapHOKOIBITHBIX.

BriepBblie Obu1a IOCTPOEHA MOJIEIb PEFPECCUN MEKIY MOJABHIKHOCTBIO B MEKIIO3BOHKOBOM
CycTaBe M Maccoil Tena (Ui MOSCHUYHO-KPECTLOBOTO CycTaBa). Mojelb MOKa3bIBaeT, UTO C
YBEJIMYEHUEM pPa3MEpOB Tejla CaruTTajibHas MOABM)KHOCTh B NOSACHUYHO-KPECTILIOBOM CYCTaBe
yMEHbIAaeTCs. Y caMblX KpPYHHBIX KONBITHBIX OHA JIMIIb HE3HAYUTENIbHO BBIIE, YEM B
NPEAIIECTBYIOIIMX  BHYTPHUIIOSICHUYHBIX  cycTaBax. bnarogaps aHaiu3zy  MOABBIOOpKHU
HapHOKOIBITHBIX CPETHETO pa3Mepa ObIIO MOKa3aHO, YTO B OTHOM Pa3MEPHOM KJIacCe MOSCHUYHO-
KpECTLOBasl CaruTTajbHas MOABM)KHOCTb CHUJIBHO BapbUPYyEeT M 3aBUCUT OT JIOKOMOTOPHOM
cnenuduku (ucrnonb3dyeMoil Gopmbl Oera). ber mpbLKKOBONW M MPBIKKOBO-CKOPOCTHOM (POpMBI
CBSI3aH C YBEJIMUYEHUEM OTHOCHUTEIBHOW JJIMHBI M CAarUTTaJbHOM IMOKOCTH MOSCHUYHOW YacTu
cnuHbl. Hanpotus, ckopoctHas gopma Oera, mpu KOTOPOH CKOPOCTH rajiona yBeIMUUBAETCs HE 3a
CUeT yBEeJIMYEHUS UIMHBI CKAYKOB, a 32 CUET YBEJIIMUYEHHUS YaCTOTHI IIaroB, XapakTepusyeTcs oonee
HM3KOM CarUTTAILHOM HMOIBIKHOCTEIO ITOSICHUYHOM 0OnacTH. belo mokasano, uro Bec B 200-300
Kl SIBJISIETCS BEPXHEW TpaHuIed Juist mpebkkoBoHM, a 200-400 Kr mis mpbIKKOBO-CKOPOCTHOM
dopmbl Gera. [Ipu nanbHelIIeM yBEIMYEHUH Pa3MEpOB MAapHOKOMIBITHBIE NEpeXoasT K Ooinee
HSKOHOMHUYHBIM (popMaMm Trajomna, TakUM Kak MoJyTsbkenas Qopma Oera, XapakTepHas JUis
COBPEMEHHBIX OBIUBUX.

[TonyueHnnsle B paboTe pe3yiabTaTbl CBUJETENHCTBYIOT O TOM, YTO JIOLIAJAH, KOTOPBIX
HPUHATO PacCMaTPUBATh B KAUECTBE CAMOT0 XapaKTEPHOI'O MPUMEpa JOPCOCTAOMIbHBIX OEI'yHOB,
o0JlaflaloT  caMbIM  TOABIKHBIM ~ MOSCHUYHBIM  OTAEJIOM CpeAd BCEX COBPEMEHHBIX
HETIapHOKOIBITHRIX. MOp(OIOTHs HAXOMAIMXCS B Kay/1aJIbHON YaCTH CITMHBI 3aMKOBBIX CYCTaBOB
3urano(usoB y Jomaaell 3HAYMTEIbHO MPOINE, YEM y HX MAJICOr€HOBBIX IMPENKOB U JIFOOBIX
COBPEMEHHBIX NAPHOKOMBITHBIX. Y TallMPOB ¥ HOCOPOTOB MOABMYKHOCTH ITOSICHUYHOTO OT/IENa €111
HUKE, a 3aMKOBBIMU (MJIM CKOpEE paJualbHbIMU, KaK B LIEE) SIBJISIIOTCS TOJIBKO MOCIEIHNUE OIUH
WIN JIBAa TIPEAKPECTIOBBIX cycTaBa. OTHOCHTENbHAS JTMHA MOSICHUYHON oOmactn y Equidae u

Tapiridae HaxOOUTCS Ha OIHOM YPOBHE C CaMbIMH KOPOTKMMHU TOSICHUYHBIMHU OTIEIAMU Y
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NapHOKOMBITHBIX, a Y Rhinocerotidae ona camast KOpoTKasi cpeau BCEX M3YUYCHHBIX KOIBITHBIX
oboux oTpsanoB. KpymHeiinie raionupyroniie )XUBOTHBIE — HOCOPOTH, OKa3aJIUCh KOTIBITHBIMH C
HaMMEHee TOJBIKHBIM B CarUTTAIBHON INIOCKOCTH MOSCHUYHBIM OT/IEIOM CIIMHBI. YCTAHOBIIEHO,
YTO MEJIKHE JOLECHOBBIC NMPEIKH HOCOPOTOB M JIOMIAZCH MMETH OOJIbIIee YUCIO MOSCHUYHBIX
MIO3BOHKOB M 3aMKOBBIX CYCTaBOB, a Taike OoJee MIMHHYIO MosicHULly. CarurranbHas THOKOCTb
NOSICHUIIBI Y HUX Oblia B 2-3 pasa BHIIIE, YeM Y COBPEMEHHBIX TallMpPOB M HOCOPOTOB. JTO
yKa3bIBa€T HA TO, YTO JOPCOCTAOMJIBHOCTH SIBISICTCS TPOM3BOAHBIM COCTOSHHUEM IS
HEMAapHOKOIBITHBIX M 3BOJIOLMOHMPOBAja KOHBEPIEHTHO BO BCEX TPEX COXPAaHUBIIUXCS
CEMEHNCTBAX.

BrickazaHo mpennoioKeHHe, YTO YBEIMYCHHE YHUCIIAa TPEIKPECTIIOBBIX ITO3BOHKOB (B
cpemHeM +5 TpyAHBIX TIO3BOHKOB) M TIOHIDKCHHAsl CaruTTaldbHash THOKOCTh CIIMHBI Yy
HEMAapHOKOIBITHBIX MOTYT OBITh CBSI3aHBl C MPHUHLUIIOM I[E€peBapUBaHUS UMHU PACTUTEIBHOM
numy. /{7 BceX COBpEMEHHBIX HEMAapHOKONBITHBIX XapaKTepHa (hepMeHTaIus IeJUTIONI03bI B
TOJICTOM KHIIIEYHUKE, B OTIMYHE OT (DEPMEHTAIMHA B CIIO)KHOM JKEITyAKE Y MapHOKOMBITHBIX.
VBenu4yeHne Macchl KHIIEYHOW YacTH IHIIEBAPUTEIBHOM CHCTEMBI, KOTOpPOE HEH30ekKHO
COIIPOBOXK/IAET aJaNTalUi0 K nepepaboTKe IeJUTIONI03bl, MPUBEIO K YBEIMYCHHIO KECTKOCTU
CIHHBI, KOTOPasi BBIIOIHIET Y HENAPHOKOMBITHBIX CKOpee MOAEPKUBAIOIIYIO POJb, YE€M POJIb

AKTUBHOI'O YYaCTHHKA rajorlia.
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BbIBO/bI

1. Pa3zpaboTranHas MexaHHCTUYECKAs MOJIETh MEKITO3BOHKOBOTO CyCTaBa MIJICKOTIUTAIOIINX
MO3BOJISIET € JIOCTATOUYHO BBICOKOM TOUHOCTBIO PACCUUTHIBATH 110 IPOMEPAM CYXHMX CKEJIETOB BCE
TPH COCTAaBJISIIOIINE TTOBUKHOCTH (CaruTTAIbHYIO THOKOCTD, JIATEPAIbHYIO THOKOCTh M OCEBOE
CKpYYMBaHHUE) ISl KaXKIOTO M3 TPeX THUIIOB CYCTaBOB COUICHOBHBIX OTPOCTKOB B IIEHHOM,
IPyOJHOM U IIOSCHUYHOM OTAENaX I03BOHOYHMKA MIEKONUTAomuX. BammaHocts Mozpenu
OCHOBaHa Ha €€ KaauOpOBKE IO JaHHBIM SKCIEPUMEHTAJbHBIX HCCIEIOBAHUN CKEIETHO-
CBSI304HBIX [IPENApaTOB YEJIOBEKA M TPEX BUIOB JIOMAIIHUX MAPHOKONBITHBIX U IOATBEPIKAAETCS
CTaTHUCTUYECKUM aHATH30M.

2. I'panunsl GYHKIMOHATIBHBIX MOApa3IeiIeHU (MOAyJiel) MO3BOHOYHHMKA B IIEPBYIO
ouyepelb CBSA3aHbl C H3MEHEHHEM THUIIA CYCTaBOB COYJIEHOBHBIX OTPOCTKOB. (OCHOBHBIMU
(GYHKIMSAME MOJYJIEH CIUHBI SBIAIOTCSA: MAHUIYIALWS 32 CYET CAaruTTAJLHOW M JaTepajbHON
FMOKOCTH Il IIEHHOro OTJela; MaHEBPUPOBAHUME 3a CUET OCEBOI0 CKPYYMBAHUS s
KpaHUAJIbHOMN YacTH TYJIOBUIIHOM 00JIaCcTH; caruTTajibHasi TMOKOCTh MPH rajorne JJs KaylaaibHOu
YacTH TyTOBUIIHON 0OnacTu. KaynanpHasi rpaHuiia MIEHHOTO MOIYISI MOXKET CABUTaThCS HAa OIUH
CycTaB HasajJ JUIsl T[OBBIIIEHUS MOABWXKHOCTU 1ed. KpaHuanbHass rpaHuna MOy,
HCIIOJIb3yEMOT0 IpH Tajiole, BapuadesibHa U CBSi3aHa C JIOKOMOTOPHOU crienu(UKOM.

3. AMILTUTY/Ia TTOJBMXKHOCTH B PA3JIMYHBIX YAaCTAX MO3BOHOYHUKA Y Pa3HBIX BUJIOB MApHO-
Y HEMApHOKOIIBITHBIX MOXKET pa3nuaThbes B 2-3 pa3a B 3aBUCHUMOCTH OT IJIOCKOCTH JBMIKEHUS, a
NOJBMKHOCTh B KOHKPETHBIX CyCTaBax Jaxe Oousplue (B 7 pa3 [ cCaruTTajlbHOW T'MOKOCTH B
MOSICHUYHO-KPECTIIOBOM CYCTaBe).

4. HawuOonbuine aMmIUIUTYAbl CarUTTalbHOM THOKOCTM M pa3Max €€ HM3MEHUYHMBOCTH
PUYpPOYEHBI K HIEHHOMY OTAETY U MOSCHUYHO-KPECTIIOBOMY CYCTaBY; JaTepaibHON THOKOCTH —
K HIEHOMY OTJEIly; OCEBOr0 CKPYYMBAHUS — K TAHTCHIIMAJIBHBIM CyCTaBaM TYJIOBHIIHOW 4acTH
MO3BOHOYHHKA.

5. VYBenuyeHne THOKOCTH II€H Y KOMBITHBIX KOPPEIHPYET C YBEIHMUYEHUEM €€ JUTHHBI (U
JUTMHBI KOHEYHOCTEH), TOCTUTACTCS PA3TUYHBIMU MOP(HOIOTUYECKUMH aanTalisIMI B Pa3HBIX
cemeiicTBaX W HE 3aBUCUT OT pasMepa KHUBOTHOTO. CarutraibHas THOKOCTH IOSCHHUIIBI
(TOpCOMOOMIIBHOCTH) CYIIECTBEHHO BBINMIE Yy 00Jiee MENKHX KOMBITHBIX, aJallTUPOBAHHBIX K
MPBIKKOBBIM (opMam rajomna. Y Oonee KpymHBIX BHIOB 3Ta MOABMKHOCTh, HAO0OPOT, HUXKE, U
OHM MMEIOT TEHJCHIMIO K Mepexoqy Ha (OpMBbI rajiona, XapaKTepU3yIOIIUecs MEHBIIeH
aAMIUIMTYIOW CATUTTAIbHBIX JIBUKEHUM.

6. BONBIIMHCTBO KPYMHBIX MApHOKOMBITHBIX W BCE COBPEMEHHBIE HEMApHOKOIBITHBIE
ABIISIIOTCA  JOPCOCTAOMIBHBIMU JKUBOTHBIMH, B COOTBEeTCTBUM C kiaccupukanuenn [LIL.

I'ambGapsHa. OHAaKO MHOTHE MEJIKME U CPEIHUE M0 pa3Mepy HMapHOKOIBITHBIE, a TAaKKe MEJIKHE
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NaJICOTEHOBBIE MPEIKOBbIC HETMAPHOKOIBITHBIE HE YCTYMAlOT B CaruTTaJbHOW TMOKOCTH CIIMHBI
XUILHBIM U ABJSIOTCSA JOPCOMOOUIBHBIMU (hOpMaMHU.

7. YBenuueHue 4YHCIa TYJIOBHIIHBIX IIO3BOHKOB y HENAPHOKOIBITHBIX HE CBS3aHO C
YBEJIMUEHUEM TOABWKHOCTH. HampoTuB, cnMHa 3THUX JXUBOTHBIX SBJISETCS CPaBHUTEIBHO
JKECTKOM U MaJIONOABUKHOM, B IIEPBYIO OYEPEb B CATUTTAILHOM IJIOCKOCTH. YBEJIMYEHUE YUCIIA
MIO3BOHKOB U BBICOKAsl I0pPCOCTAOMIIBHOCTh, BEPOSITHO, CBSI3aHbI C ajanTaiueil K ¢pepMeHTauuu

OEJIKOJIO3bI B TOJICTOM KHIIICYHUKE.
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3ajnBKa TA0INII

HPUJIOKEHMUE 1

Her MoenbHBIX JaHHBIX
0-1SD
1-2SD
bonee yem 2 SD, HO meHee 5 rpagycoB
bonee yem 5 rpamgycos, Ho menee 2 SD
[Ipo6nemuslii cycras: 6oiee yuem 2 SD, Gonee uem 5 rpaaycos

_— UckmroueHHsli cycTaB

Ta6auna 1. [Ipo6memHubie cycTaBsl. Paznuiia Mexay MoaelIbHBIMU U paccunTanHbiMA SB aROM
B rpanycax. Homo sapiens: 1 — KA 25,2 —-KA 5, 3 — KA 36,4 — KA20, 5 — KA 38. Sus scrofa:

1 —-ZMMU S-106943, 2 — ZIN 16901, 3 — ZIN 10485, 4 — IEE 1633. Bos taurus: 1 — ZMMU S-
102026, 2 — IEE 1932. Ovies aries: 1 — ZMMU S-102061, 2 — IEE 2964, 3 — ZIN 11693, 4 — ZIN
11694, 5 — ZIN 11864.

Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries

1 2 J3 Ja s 1 3 4 5
C2-C3 308 035 | 218 006 -1,75 4,14 0 292 2,25
C3-C4 036 031 156 0,36 1,25 -141  -1,17  -0,34 1,05 145 1,30
C4-C5 033  -249 -163 -118 -0,67 | 1,94 073 303 475 3,75 -1,89 2,32
C5-C6 082 230 004 -004 -1,13 | -0,35 1,97 1,32 2,85 -1,33  -3,15
C6-C7 -1,11 1,07 | -258 -344 -2,07 Z ol 375 -1,13 226  -158 | -4,84
c7-T1 1,85 -374 -038 0,22 2,65 2,66 0,90
T1-T2 0,48 2,67 | 263 141 36O 167 304 =305
T2-T3 1,00 191 1,28 100 | 233 285 121 | -2,28 -0,72 0,07  -2,07
T3-T4 236 -042 -004 -025 109 |-168 061 218 133 125 -086 -0,42
T4-T5 0,58 -0,30 | 200 166 0,67 224  -065 | -1,68 0,71 071 -1,46
T5-T6 009 -1,75 -041 -147 053 | 262 -1,10 047 -1,45 156 -1,31 | 2,07
T6-T7 054 -154 -1,72 -119 -145 | -207 -09 038 041 |067 069 |-185 -158 | 207  -1,20 | -1,80
T7-T8 193 031 122 024 114 |-243 -144 047 -1,78 | 054 011 |-064 -143 -050  -159 -0,93
T8-T9 021 -073 025 -070 030 |-264 323 -043 -09 |028 065 |1,75 081 1,28 0,37 | 319
TO-T10 | -159 -069 -096 -008 -0,01 1,41 028 135 | 021 100 | 220 189 244 [EEAN 217
T10-T11 | -0,86 045 254 142 059 [ -205 -177 363 212 | 012 | 222
T11-T12 | 007 -0,98  -199 -095 152 |-101 -069 -243 -308 |044 113 |146 @ 222 NN 272
T12-T13 -1,77 -064 | -338 -355 [235 180 | 106 038 037 291 1,23
T13-T14 065 -0,53 0,95
T-L1 227 208 -126 024 |190 155 | 002 -1,09 046 0,05 -1,62
L1-L2 138 091 166 -015 233 |-032 055 -044 052 |186 1,65 |-112 -009 -122 012 | -287
L2-L3 133 | 297 -049 049 23 |-181 -1,30 031 -1,85 | 103 147 |-020 -1,77 0,79 0,01 0,02
L3-L4 118 328 -002 021 105 |-077 102 152 129 |18 1,20 |088 023 | 1,90 044 -032
L4-L5 -161  -002 | 373 -174 -124 | 271 -197 -071 1,71 036 | 035 -0,12 0,99 1,23 -0,19
L5-L6 -0,44 [E430N -0,83 PEEE 150 | 114 -015 2,72 1,09
L6-L7 2,26 204  -2,08 q
L-S1 -013 AT -1.49
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Tadauua 2. [Ipobnemuslie cycraBbl. PazHuia Mexay MOJIENbHBIMU U paccyuTanHbIMUu SB aROM
B ynciie SD. OcranbHoe Takke Kak B Tadymie 1.

Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries

1 2 J3 Ja s 4 5
C2-C3 175 020 1,24 003 -0,99 0,85 0,65
C3-C4 020 018 089 021 0,31 042 0,38
C4-C5 019 -142 093 -067 -038 |057 021 08 138 082 008 | 1,09 0,55 0,68
C5-C6 046  -131 002 -002 -064 |-0,10 057 0,38 072 -087 0,83 039 -092
C6-C7 -063 061 [-147 -196 -1,18 6 ol -109 -033 -0,96 066  -0,46 | -1,41
C7-T1 054 -109 -011 0,06 038 -0,08 0,77 0,77 0,26
T1-T2 -0,33 -1,82 [ 157 0,84 1,00 -1,90 1,82 -1.82
T2-T3 069 131 088 069 | 1,60 1,70 0,73 | -1,87 034 -060 -043  -0,04  -124
T3-T4 161 029 -003 -017 074 |-1,00 036 131 0,80 -008 -083 -075  -052 -025
T4-T5 039 -020 [1,37 113 046 134 -039 [ -1,01 075 | -123 -0,42 043 -0,88
T5-T6 006 -120 -028 -100 -037 | 157 066 028 -0,86 094 -144 -093  -0,79 | -124
T6-T7 -037 -105 -117 -082 -099 |-124 -057 023 024 [040 041 |-111 -095 |-124  -0,72 | -1,08
T7-T8 132 021 08 016 078 |-146 -08 028 -1,07 | -033 006 |-038 -08 -030 -095 -0,56
T8-T9 -015 -050 017 -048 021 |-158 -1,93 -026 -058 | 017 039 | 1,05 048 0,77 0,22 | 1,91
TO-T10 | -1,09 -047 -066 -006 -0,01 -084 017 081 | 013 060 | 181 1,13 146 1,30
T10-T11 | -059 031 1,74 097 040 |[-1,08 -094  -1,92 -112 | 007 | 1,33
T11-T12 | 0,05 -0,67  -1,36 -0,65 | 104 | -054 -036 -129 -1,63 | 026 067 | 077 117 [F2490NN2200 144
T12-T13 093 -034 | -1,78 -18 [124 09 |05 020 0,19 1,54 065
T13-T14 -034 -0,28 -0,50
T-L1 1,20 -1,10 -067 043 [1,00 082 |[001 -057 024 0,03 -085
L1-L2 065 043 078 -007 1,09 |-017 029 -023 028 |09 087 |-059 -005 -064 006 | -1,50
L2-L3 062 139 -023 023 1,09 |-095 -069 017 -098 | 054 078 |-0,10 -093 0,42 0,01 0,01
L3-L4 055 154 -001 010 049 |-041 054 080 068 |062 063 |047 012 [ 1,01 023 -017
L4-L5 -076 -001 | -1,75 -0,82 -0,58 |-143 -1,04 -037 090 019 |019 -006 053 0,65 -0,10
L5-L6 023 BE2270 -0,44 P 079 | 060 -0,08 144 057
L6-L7 -1,19 1,08 -1,10
L-S1 -0,06 23S 0,70

Tadauuna 3. [Ipobnemuslie cycTaBbl. Pa3Huia Mex 1y MoJeIbHBIMU U paccuuTanHbiMu LB aROM
B rpanycax. OctanbHOe Takke Kak B Tabmiuue 1.

Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries

1 2 J3 Ja s 1 [2 T3 Ta 1 [2 T3 [4 5
C2-C3 230 044 055 016 -009 | 166 -1,07 -204 -154 1,08 | 245 417 383 392
C3-C4 103 -009 081 105 | 1,86 | -1,57 095 -1,20 091 346 -321  -346 -3,12
C4-C5 076 -1,30 -005 072 099 |231 -059 336 296 239 2% B 2,05 | 3,10
C5-C6 093 -163 083 077 -030 | 042 [PEFEE 064 028 037 240 BT -1,59 -1,98
C6-C7 010 094 -117 -124 -067 | -301 D434 092 123 025 -146 -2,88  -090 -182
C7-T1 157 -124 324 452 212 06 :
T1-T2 250 -179 -198 -172 -185 092 -005 481 P : g
T2-T3 117 -085 -106 -053 -0,06 |-205 -097 0,30 209 208 436 106 -2,71
T3-T4 211 -185 -1,76 -218 -133 | 209 2,06 0,38 09 0,75 078 0,10
T4-T5 069 -080 | -181 -064 -1,39 |-250 0,13 029 295 | 374 492 0,02
T5-T6 1,09 -105 -092 | -167 -150 | 179 0,02 599 166 3733 344 1,80
T6-T7 159 -199 -249 -156 261 | 015 | -1,78 -1,14 -055 | 1,56 @ -1,11 | 405 247 | 477 295 0,81
T7-T8 082 0,68 149 045 | 019  -228 -261 -233|-097 -086 |179 -0,79 145 126 021
T8-T9 157 002 162 097 097 |-08  -160 -305 -104 |014 074|071 011 -102 129 238
T9-T1I0 | -062 -009 -1,02 106 -1.27 302  -1,30 (301 | 203 023 |207 018 084 004 2,00
T10-T11 | -042 045 081 027 | 155 | 043 356 -1,79 178 | 063 0,39
T11-T12 | 090 -038 -015 -069 1,99 | 167 051 -288 -235 | -005 0,90 241 062 |-38 -032
T12-T13 147 054 =200 -223 [251 120 | 019 -009 -143 | 201 0,96
T13-T14 064 027 2,17
T-L1 038 -008 | -1,99 -083 | 245 -046 |-144 -134 [-310 283 -0,93
L1-L2 069 132 -026 -034 050 |-029 076 -164 044 | 066 064 032 [ -220  -355 -1,82
L2-L3 287 -213 -383 -348 -089 | 1,07 102 -095 JPEZal -039 -168 |29 151 -026 004 032
L3-L4 021 -049 | -239 -046 090 |201 200 005 -002|037 -005|267 107 215 188 1,38
L4-L5 073 -139 -029 380 -090 | 050 132 -054 109 032 | 359 336 1,78 121 | 2,14
L5-L6 2121 079  -161 317 1,23 [M405W 362 1,99 1,26 | 198
L6-L7 3,45 2,10 323 342
L-S1 2,96 007 [234 195
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Tadnauua 4. [Ipobnemuslie cycTaBbl. Pa3HuIa Mex 1y MOJIENbHBIMU U paccuyuTanHbMUu SB aROM
B ynciie SD. OcranbHoe Takke Kak B Tadymie 1.

Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries
1 |2 [3 J4 s 1 J2 J3 T4 1 [2 T3 [4  Ts

C2-C3 125 024 030 009 -005|091 -059 -111 -084 -0,46  -1,03 1,76 -1,62  -1,65

C3-C4 056 -005 044 057 | 101 | -086 BE209M -052 -0,65 038 | -146 -135  -146 -132

C4-C5 041 -071 -003 039 054 | 126 -032 1,83 161 101 1,25 0,86 | 1,31

C5-C6 051 -089 045 042 -0,16 | 0,23 0,35 0,16 016 1,01 Pl 067 -084
C6-C7 005 051 -064 -068 -037 |-164 F=2360 050 0,67 011 -061 -121  -038 -0,77
C7-T1 086 -068 | 176 173 1,01 4,46 ¢
T1-T2 -162 -116 -129 -1,12 -120 060 -0,04 | 224 -1,42 : :
T2-T3 076 -055 -069 -034 -004 |-133 -063 019 024 062 -062 [ -129 031 -0,80
T3-T4 1,37 -120 -114 -141 -086 | 1,36 134 011 028 022 0,23 0,03
T4-T5 044 -052 | -118 -042 -090 |-162 009 121 0,09 087 111 146 001
T5-T6 071 -068 -059 -108 -097 | 116 001 030 -0,42 177 | 049 098 1,02 053
T6-T7 1,03 -129 -161 -101 -169 | 010 [ -115 -074 -036 | 101 -0,72 | 120 073 | 141 087 024
T7-T8 053 044 [P2800 097 010 | 013 -148 -169 -151 | -063 -056 | 053 -0,23 0,43 0,37 0,06
T8-T9 102 001 105 063 063 |-056 -1,04 -198 -067 | 009 -048 | 021 003 -030 038 070
TO-TI0 | -040 -006 -066 069 -0,83 19  -084 [195 | 131 0415 | 061 005 025 0,01 0,59
T10-T11 | -027 029 053 018 101 [022 | 1,84 -093 092 |04l 025

T11-T12 | 058 -024 -0,10 -045 129 |086 026 | -149 -122 | -003 059 125 | -032 [-199 -017
T12-T13 076 028 |[-103 -115 [130 062 | 010 -0,05 -0,74  -1,04 050
T13-T14 033 -0,14 1,12

T-L1 020 -004 [-103 -043 | 127 -024 | -074 -069 | -1,61  -146 -048
L1-L2 036 068 -014 -017 026 |-015 039 -085 0723 | 034 033 016 |-114  -183 -094
L2-L3 1,49 110 -198 -180 -046 | 055 053 -049 [¥Lm 020 -087 [ 150 078 -013 002 0,16
L3-L4 011 -026 | -124 -024 046 |104 104 003 -001 | 019 -003 | 138 055 | 1,11 0,97 0,72
L4-L5 038 -072 -015 19 -046 | 026 068 -0,28 057 017 |1,86 174 092 062 | 1,11
L5-L6 063 041 -0,84 1,64 064 [24008 187 1,03 065 | 1,02
L6-L7 1,79 1,09 167 177
L-S1 1,53 004 [121 101

Tadauua 5. [Ipo6nemuslie cycTaBbl. Pa3HuIa Mex 1y MOJIEIbHBIMU U pacCYUTaHHBIMUA AR
aROM B rpagycax. OcranbHOe TaKxe Kak B Tadnuie 1.

Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries
1 [2 [3 a4 s 1 J2 [3 T4 1 [2 T3 [4 5

C2-C3 193 -230 043 015 -089 | 171 262 311 343 0,74  -0,40 227 2,67

C3-C4 208 -022 -102 -180 -0,11 (029 -0,07 175 0,60 -1,80 -1,27 2,07 0,59

C4-C5 -281 -244 -454 -365 -343 |014 -005 075 0,76 -431  -403 -1,76 -2,97

C5-C6 130 221 238 047 -017 | -006 046 0,06 0,90

C6-C7 408 340 161 19 037 |021 077 124 1,00

C7-T1 308 095 211 355
T1-T2 -230 -158 -189 -149 -164 (336 097 -006 349
T2-T3 1,73 -022 -055 0,03 064 | 049 169 301 3,07
T3-T4 -1,72  -144 -149 -176 -098 | 0,81 1,02 355 3,68
T4-T5 -0,12 -024 -136 -008 -091 [-308 -020 154 043
T5-T6 -154 -154 -148 -219 -207 (060 -112 -0,67 -1,72 , ]
T6-T7 -231 -275 329 -229 | -344 (030 -172 -116 -050 | 3,08 024 |-155 -334 -156 291 -4,36
T7-T8 -055 -0,72 214 011 -130 | 119 -117 -157 -116 |-086 -0,77 | -0,52 ' -3,64 -157 -1,37 -2,33
T8-T9 029 -133 024 -033 -044 (011 -048 -212 010 |086 007 | -280 -352 -447 -2,45  -147
T9-T10 -1,21 065 -1,71 056 -1,87 141 -288 171 | 434 246 | -212 -342 -335 -3,89  -2,29

T10-T11 | 0,20 1,02 1,44 089 2,08 -1,77 1,33 -0,10 | 247 2,27

T11-T12 | 274 132 145 100 | 368 | -087 | -270 P47 287 | 329 435 [M8E6M -205 o087 [EEEEN 159

T12-T13 0,10 -155 023 019 [059 -099 -024 | -200 1,02
T13-T14 132 -1,32 -1,76

T-L1 038 -081 | -219 -099 [ 243 o005 |08 017 043 0,20 0,77
L1-L2 0,74 -045 -118 | -214 -1,08 | -156 -1,51 [E31880 -1,20 | 2,12 094 | 167 064 41,20 -0,52
L2-L3 087 002 -079 -159 068 |125 013 -1,17 %Ll 121 007 |301 079 0,70 055 -0,13
L3-L4 0,94 -100 [ -215 -179 -0,83 | 191 053 -103 -128 | 047 021 |18 -088 191 115 025
L4-L5 -1,88 -187 -038 188 -283 | 054 041 | -167 022 -001 |240 122 097 0,02 064
L5-L6 202 | -060 -2,83 032 -135 [ 299 1,29 1,30 044 057
L6-L7 1,67 0,94 141 118
L-S1 1,14 -1,05  -0,07 0,36
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Tadauuna 6. [Ipo6nemusie cycraBbl. Pa3HuIa Mex 1y MOJIEIbHBIMU U pacCYUTaHHBIMUA AR
aROM B aucie SD. OcransHOE TakKe Kak B Tadmuie 1.

Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries
1 2 J3 Ja s 1 [2 3 Ta 1 [2 T3 [4 5

C2-C3 043 -052 010 003 -020 043 065 077 085 017 -009 051 0,60 0,23
C3-C4 047 -005 -023 -041 -002 |013 005 048 021 0,40 -028 046 0,13 0,51
C4-C5 063 -055 |-102 -08 -077 |009 005 023 025 -097 -090 -040  -0,67 -046
C5-C6 029 050 053 011 -004 |004 016 008 028

C6-C7 092 076 036 044 008 | 010 022 034 030
c711 [ 0 s 027 054 089

T1-T2 073 -045 -060 -041 -047 | 148 055 013 | 154

T2-T3 083 008 -008 016 043 |038 087 | 140 143

T3-T4 051 -040 -045 -052 -023 046 059 161 168

T4-T5 012 007 -039 013 -021 |-1,09 009 078 036

T5-T6 -044 -045 -044 -071 -067 | 040 -027 -0,09 -0,50

T6-T7 -075 -094 [-115 -074 | -1,22 | 031 051 -0,30 -003 |1,89 024 |-048 -117 -046  -1,00 -1,60
T7-T8 -007 -014 09 019 -038 | 062 -028 -046 -027 | -020 -017 |-007  -128 -046  -039 -0,77
T8-T9 027 -038 023 002 -004|020 000 -069 022 |048 019 |-09  -123 -161  -081 -042
TO-T1I0 | -034 -011 -055 038 -0,60 032  -101 085 |189 113 |-067 -1,20 -116  -137 -0,73
T10-T11 | 022 053 071 049 094 |[-1,10 0,83 2020 -006 | 247 227

T11-T12 | 121 065 068 052 | 158 |-054  -168 =297 -1,79 | 329 435 -1,28 054  [E209N 0,99
T12-T13 0,06 -097 015 012 | 037 -061 -015 | -124 063
T13-T14 0,82 -0,82 -1,10

T-L1 -024 -051 |-13 -062 [151 003 | 053 011 027 012 048
L1-L2 046 -028 -074 -134 -067 | -097 -0,94 20O -0,75 | 1,32 059 1,04 040 0,75 -033
L2-L3 054 001 -049 -099 042 |078 008 -073 PEEEM 075 004 | 187 049 043 034 -0,08
L3-L4 -058 -062 |-134 -112 -052 | 149 033 -064 -080 | 029 013 | 114 055 1,19 0,72 0,16
L4-L5 147 <147  -024 147 177 | 034 026 | -1,04 04 000 |149 076 0,60 0,01 0,40
L5-L6 126 | -037 | -1,77 020 -084 1,86 081 081 027 0,35
L6-L7 1,04 0,58 0,88 0,74
L-S1 0,71 066 -005 022
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HPUJIOKEHUE 2

Taﬁ.]mua 1. HapHOKOHLITHLIe, Y KOTOPBIX IMPOBCACHO UCCIICAOBAHNUC ITOABUIKHOCTH BCEX
NPpEAKPECTHOBLIX CYCTABOB ITIO3BOHOYHHUKA

CemeiicTBO Bug Howmep ITon |Bospact buom dopma Oera Juera
Phacochoerus africanus  |[ZMMU S-171945| M ad OTKpBITHIHA Tapaunas TpaBosiaras
_ Sus scrofa domestica ZMMU S-106943 | N/A sad Jlec Tapannas Beesummas
Suidae ZIN 16901 N/A ad Jlec TapanHas
Sus scrofa ZIN 10485 N/A ad Jlec Tapannas Beesumas
IEE 1633 N/A Jlec Tapaunas
. Tayassu pecari ZIN 30967 N/A Tapannas
Tayassuidae Pecari tajacu ZIN 32784 N/A ad Jlec BceesaHas
. . Choeropsis liberiensis ZMMU S-166224 | K ad TlomyBommHbIi JIucrosinHas
Hippopotamidae ZMMU S-138766 | N/A
Hippopotamus amphibius |ZIN 24305 N/A ad TloayBoambIit TpaBosiaras
Camelus bactrianus ZIN 11173 X ad OTKpHITHIHA XomynpHas CwMmenannas
Camelus dromedarius ZIN 24636 M ad OTKpHBITHIHA XomynpHas CwMmenrannas
Camelidae  |Lama glama ZMMU S-106946 | N/A ad OTKpBITHINA XoaysbHas Tpasosymas
ZMMU S-106955 | N/A OTKPBITHIH XoaysapHas
Lama guanicoe ZMMU S-113400 | X ad OTKpBITHIN XonypHas Cmemansas
ZMMU S-113046 | M OTKpBITHIH XoaynbHas
Tragulidae Tragulus javanicus ZMMU S-175329 | N/A ad Tec Ipepxk.-Cxop. Beesummas
Tragulus napu ZMMU S-197060 | XK ad Ipbokk.-Crop.
Antilocapridae |Antilocapra americana  |ZIN 26877 N/A ad OTKpBITHIH CxopoctHast | TpaBosiaHast
ZMMU S-175340 | XK ad XomynpHas
Giraffidae Giraffa camelopardalis [ZMMU S-134443 | X juv OTKPHBITHIH XomynpHas JlucrosinHas
ZIN 26970 M XoaynbHas
Okapia johnstoni RMCA 784 M ad Jlec XomaynpHas JlucrosigHas
Alces alces ZMMU S-135337 | XK ad Jlec XoaynbHast JlucrositHas
. Capreolus capreolus ZMMU S-117768 | M ad Jlec IIpe0Kic.-CKOD: | 7 o snvias
Cervidae ZMMU S-117769 | X Ipeokk.-Crop.
Cervus elaphus ZMMU S-149937 | M ad Jlec [peoxk.-Crop. | CmeranHast
Rangifer tarandus ZMMU S-111308 | N/A ad OTKPBITHIH CkopoctHast | TpaBosiHas
Moschidae  |Moschus moschiferus ZMMU S-191852 | M ad Jlec Ipsokk.-Crop. | TpasosiaHast
Antilope cervicapra ZMMU S-115392 | XK ad Otxporteiii | ITpsokk.-Crop. | TpaBosaHas
Bison bison ZMMU S-107024 | M ad Otkpeiteiii | TlomyTsxenas Tpasosmas
ZMMU S-102017 | X Otkpoiteiid | IlonmyTskenas
Bison bonasus ZMMU S-193088 | M ad Jlec IMonytsokenas | CmemianHas
Bos gaurus ZIN 8827 M ad Jlec Monytsokenast | Jlucrosanas
Bos taurus ZMMU S-102026 | XK ad OtxpoiTeiid | IMomyTspkenas Tpasosmas
IEE 1932 XK Otkpeiteiii | TlomyTsxkenas
Bubalus bubalis ZMMU S-102006 | M sad | Honysoanbiii | TTomyrsokenas | TpaBosytHas
Capra falconeri ZMMU S-181396 | M ad Topbl IpsbkkoBas | CMemnanHas
Connochaetes gnou ZMMU S-180906 | XK ad OTKpBITHIH CkopocTHast Tpasosas
ZMMU S- 155771 N/A ad CkopocTHast
Gazella subgutturosa ZMMU S-150883 | M ad Otkpeiteiid | IIpbokk.-Ckop. | CMenianHast
Bovidae Hippotragus niger ZMMU S-163601 | M ad OTKpBITHIH CkopoctHast | TpaBosiHast
Oreamnos americanus ZMMU S-167397 | N/A juv Topbl IpsbkkoBas | CMelnanHas
Oryx leucoryx ZIN 8486 K ad OTKpHITHIHA CkopoctHas | CmemaHHas
Ovibos moschatus ZMMU S-135832 | M ad Otxporteiid | IMomytspkenas | TpaBosaHast
Ovis ammon ZMMU S-146149 | M ad Topsr Hpeoxk.-Crop. | TpaBosiiHas
ZIN 11693 M [opel [Tpbokk.-Crop.
ZIN 11694 M T'opsr TIpeokk.-Ckop.
Ovis aries ZMMU S-102061 | XK ad Topst Ipeoxk.-Crop. | TpaBosigHas
ZIN 11864 M I'opsl Ipeoxk.-Cxop.
IEE 2964 XK Topst IIpbokk.-Ckrop.
Procapra gutturosa ZIN 26948 M ad OTKPBITHIN CkopoctHast | CmernanHas
Saiga tatarica ZIN 26799 M ad OTKPBITHIH CkopoctHast | CmerranHas
Syncerus caffer ZIN 4945 M ad Otkpeitelid | Ilomyrsxenas | TpaBosaHas
Tragelaphus eurycerus  |ZMMU S-178805 | XK ad Jlec Ipeokk.-Crop. | JlucrosaHast

Bospacr: ad — B3pocusiii (adult), sad — nogpocroxk (subadult), juv — mononoii (juvenile).
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Tadnauua 2. XapakTepuCTUKU TO3BOHOYHOTO CTOJI0A U3YUYEHHBIX MTAPHOKOIBITHBIX

Cwmena THna

Jlnuna otnena (MM)

JlmuHa otena

Bu Homep 1:[1)0()3;;;1;1151 Rfciace“-ﬁ . tacerox (Mm)
T+ RfL C T L S Rf Tf RfL
Phacochoerus africanus ZMMU S-171945 | 7C+13T+6L | T1 T10 154 | 331 | 186 | 86 154 241 | 276
. ZMMU S-106943 T1 T9 193 | 425 | 270 | N/A 193 252 443
Sus scrofa domestica ZIN 16901 TCHIATH6L 17100 | 119 | 306 | 168 | N/A | 119 N/A
Sus scrofa ZIN 10485 7C+13T+6L T1 T10 200 | 420 | 245 | 160 200 325 | 340
IEE 1633 TC+14T+4L T1 T10 186 | 425 | 163 | 122 186 N/A
Tayassu pecari ZIN 30967 7C+14T+5L T2 T11 135 | 300 | 135 | 120 152 228 211
Pecari tajacu ZIN 32784 7C+14T+5L T2 T11 124 | 264 | 121 90 140 184 185
o ZMMU S-166224 T1 T12 220 | 500 | 165 | 162 | 220 390 | 275
Choeropsis liberiensis ZMMU s-138766 | 'O T AL T 710 [ 206 | 521 | 159 | 143 | 237 | 263 | 386
Hippopotamus amphibius | ZIN 24305 7C+15T+4L T1 T10 425 | 955 | 325 | 270 425 555 725
Camelus bactrianus ZIN 11173 7C+12T+7L | T1 T10 970 | 855 | 500 | 230 | 970 715 | 640
Camelus dromedarius ZIN 24636 7C+12T+7L | T1 T11 | 1030 | 890 | 515 | 170 | 1030 | 820 | 585
Lama glama ZMMU S-106946 7C+12T+7L T1 T11 630 | 439 | 310 | 111 630 391 358
ZMMU S-106955 Tl T11 655 | 452 | 285 | N/A | 655 N/A
Lama guanicoe ZMMU S-113400 | 7C+12T+7L T1 T11 652 | 455 | 324 | 126 652 412 | 367
ZMMU S-113046 N/A T1 N/A N/A N/A
Tragulus javanicus ZMMU S-175329 | 7C+13T+7L T1 T10 75 120 | 100 50 75 90 130
Tragulus napu ZMMU S-197060 | 7C+13T+6L | T1 T11 76 121 | 85 50 76 97 109
Antilocapra americana ZIN 26877 7C+13T+6L | T1 T11 317 | 350 | 205 | 100 | 317 280 | 275
ZMMU S-175340 | 7C+14T+5L T2 T13 1485 | 775 | 280 | 200 | 1578 | 638 324
Giraffa camelopardalis ZMMU S-134443 N/A T2 N/A 1075 905 N/A
ZIN 26970 7C+15T+4L T2 T14 960 | 610 | 174 | 120 | 1018 | 572 212
Okapia johnstoni RMCA 784 7C+15T+5L T1 T14 600 | 610 | 225 | 140 600 566 269
Alces alces ZMMU S-135337 | 7C+13T+6L T1 T11 455 | 625 | 345 | 215 455 525 445
Capreolus capreolus ZMMU S-117768 | 7C+13T+6L T1 T10 270 | 313 | 178 79 270 233 258
ZMMU S-117769 N/A T1 N/A 285 | 318 | 198 | 105 285 N/A
Cervus elaphus ZMMU S-149937 | 7C+13T+6L | T1 T11 465 | 535 | 290 | 155 | 465 | 450 | 375
Rangifer tarandus ZMMU S-111308 | 7C+14T+5L | T1 T11 353 | 538 | 232 | 135 | 353 | 413 [ 357
Moschus moschiferus ZMMU S-191852 | 7C+13T+6L T1 T11 170 | 228 | 165 62 170 183 210
Antilope cervicapra ZMMU S-115392 | 7C+13T+6L T1 T11 285 | 298 | 180 89 285 245 233
Bison bison ZMMU S-107024 | 7C+13T+5L | T1 T12 505 | 885 | 345 | 240 | 505 822 | 408
ZMMU S-102017 N/A T1 N/A N/A N/A
Bison bonasus ZMMU S-193088 | 7C+14T+5L T1 T13 540 | 940 | 360 | 255 540 875 425
Bos gaurus ZIN 8827 7C+13T+5L | T1 T12 520 | 880 | 360 | 260 | 520 805 | 435
Bos taurus ZMMU S-102026 7C+14T+6L T1 T12 380 | 705 | 365 | 227 380 605 465
IEE 1932 T1 T12 435 | 735 | 390 | 195 435 N/A
Bubalus bubalis ZMMU S-102006 | 7C+13T+6L T1 T12 N/A N/A
Capra falconeri ZMMU S-181396 | 7C+13T+6L T1 T12 290 | 405 | 257 | 127 290 370 292
Connochaetes gnou ZMMU S-180906 7C413T46L T1 T12 330 | 485 | 260 | 105 | 330 | 445 | 300
ZMMU S-155771 T1 T12 317 | 414 | 296 | 125 317 376 334
Gazella subgutturosa ZMMU S-150883 | 7C+13T+6L | T1 T11 284 | 300 | 190 | 86 284 245 | 245
Hippotragus niger ZMMU S-163601 | 7C+13T+6L T1 T11 425 | 505 | 300 | 140 425 414 391
Oreamnos americanus ZMMU S-167397 | 7C+13T+6L | T1 T11 200 | 297 | 180 | N/A | 200 N/A
Oryx leucoryx ZIN 8486 7C+13T+6L T1 T11 375 | 460 | 275 | 135 375 385 350
Ovibos moschatus ZMMU S-135832 | 7C+13T+6L | T1 T11 350 | 595 | 335 | 205 | 350 505 | 425
Ovis ammon ZMMU S-146149 | 7C+13T+6L T1 T11 335 | 410 | 247 | 121 335 340 317
ZIN 11693 T1 T11 245 | 327 | 240 97 245 273 294
ZIN 11694 7C+13T+7L T1 T11 255 | 353 | 265 | 103 255 N/A
Ovis aries ZMMU S-102061 T1 T11 265 | 345 | 270 80 265 N/A
ZIN 11864 T1 T12 225 | 310 | 234 | 89 225 255 | 289
IEE 2964 7C+13T+6L T1 T10 240 | 310 | 193 86 240 N/A
Procapra gutturosa ZIN 26948 7C+13T+6L | T1 T11 290 | 340 | 185 | 90 290 285 | 240
Saiga tatarica ZIN 26799 7C+13T+6L T1 T11 230 | 300 | 187 73 230 242 245
Syncerus caffer ZIN 4945 7C+13T+6L T1 T12 460 | 795 | 395 | 205 460 740 450
Tragelaphus eurycerus ZMMU S-178805 | 7C+13T+6L | T1 T12 405 | 530 | 315 | 198 | 405 488 | 357
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Tabauna 3. [TapHOKONBITHEIE, Y KOTOPBIX TPOBEAEHO UCCIIEA0BAHUE TOJBUKHOCTH NOICHUYHO-
KpEeCTLIOBOIO CycTaBa

CemeiicTBO Bun Howmep Ion | Bosp Buom ®dopma Oera [uera
Pot h ZMMU S-180579 | N/A
pgriﬂloc oerus ZIN 30865 N/A | ad Tec Tapansas Beesymnas
ZIN 1674 K
ZMMU S-159329 M
Phacochoerus ZMMU S-138880 | N/A ad Orxc . T T
africanus ZIN 3526 M PBITHIH apaHHas paBosiHASL
Suidae ZMMU S-171945 M
Sus scrofa cristatus | ZIN 14762 N/A ad Jlec TapanHas Bceesianas
Sus scrofa ZMMU S-106943 | N/A sad T T B
domestica ZIN 16901 N/A | ad e ApanHaz e
ZIN 10485 N/A
Sus scrofa ZIN 14758 XK ad Jlec TapanHas BcesiHas
IEE 1633 N/A
ZMMU S-101999 | N/A sad
. Pecari tajacu ZIN 35401 N/A Jlec TapanHast Bceesignas
Tayassuidae ZIN 14529 N/A ad
ZIN 32784 N/A
Tayassu pecari ZIN 30967 N/A ad Jlec TapanHas Bceesianas
Choeropsis ZMMU §-166224 | K ad TomyBomsii Tucrosmas
liberiensis ZMMU S-138766 | N/A
Hippopotamidae Hippopotamus ZMMU S-106956 | N/A sad
amphibius ZIN 24577 N/A ad [TomyBonHbIH TpaBosanas
ZIN 24305 N/A
Camelus bactrianus | ZIN 11173 X ad OTKpBITHIT XoaynbHas Cwmeniannas
ZIN 24636 M
Camelus ZIN 13408 N/A ad P — Xo C
dromedarius ZIN 10826 N/A P AVARHAL | SMCattas
Camelidae ZIN 35217 N/A
ZMMU S-106952 | N/A
Lama glama ZMMU S-106948 | N/A ad OTKpBITHIN XonmynbHas TpaBositHas
ZMMU S-106946 | N/A
Lama guanicoe ZMMU S-113046 M ad OTKPBITBIN XonynbHas CMerianHas
ZMMU S-113400 | XK
Tragulus javanicus gmmg 2:‘1132329 wﬁ ad Jlec Ipsoxk-Crop. | Beesinas
Tragulidae Tragulus kanchil ZIN 2190 N/A ad Jlec ITpboKK-CKop. BeesiHas
Tragulus napu ZMMU S-197060 | XK ad Jlec [peokk-Ckop. | Bcesianas
Tragulus sp. ZMMU S-1764 N/A ad Jlec Ipeokk-Crop. |  Bceesianas
Antil ZMMU S-65570
Antilocapridae ar?]tér?g:r?;a ZIN 27208 N/A ad OTKpBITHIN CkopoctHas | JluctosmHas
ZIN 26877
ZMMU S-175340 K ad
Giraffa ZMMU S-122542 | N/A ad }
Giraffidae camelopardalis ZMMU S-184077 M sad OTKpBITBIH XonynbHas JIucrosgauas
ZMMU S-106953 | N/A sad
ZIN 26970 M juv
Okapia johnstoni RMCA 784 M ad Jlec XoaynbHas JIucrosiaHas
ZMMU S-107437 | XK
ZMMU S-102028 | N/A
Alces alces gmmg g:ﬁggig )'\Q ad Jlec XonynpHas | JlucrosaHas
ZMMU S-138241 M
ZMMU S-135337 | XK
ZMMU S-197955 | N/A
Cervidae ZMMU S-139395 M
E:'F?rge(ﬁluuss émmg 2_11;;2? N'\//IA ad Jlec [psrxk-Crop. | JluctosaHas
ZMMU S-117768 M
ZMMU S-117769 | XK
Cervus elaphus gmmg 2:1223;3 N'\//IA ad Jlec [peokk-Crop. | CMerianHas
Cervus nippon ZMMU S-106958 K ad Jlec Ipeokk-Crop. | CMernanHas
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ZMMU S-111306 | XK
ZMMU S-164810 | XK
ZMMU S-165607 | M
ZMMU S-165410 | XK
ZMMU S-67975 N/A
Dama dama gmmg g:ﬁggég ),\I; ad Jlec [peokk-Crop. | CMenianHas
ZMMU S-160943 | M
ZMMU S-114150 | N/A
ZMMU S-137315 | XK
Elaphurus ZMMU S-137314 | K
davidianus ZMMU S-135033 | M ad
ZMMU S-157878 | K
ZMMU S-112954 | M
ZMMU S-137316 | M
Hydropotes inermis é:m gg?gi N'\/AA ad [peokk-Crop. | CMerranHas
Muntiacus muntjak | ZIN 15447 N/A ad Jlec Mpsokk-Crop. | CMemanHas
ZIN 26101 X
ZIN 18266 XK
ZIN 24565 M
Rangifer tarandus g:\?l\jli 825_210 6964 },\I/I( ad OTKpBITHIN CxopoctHass | TpaBosaHas
ZMMU S-113003 | N/A
ZMMU S-102073 | N/A
ZMMU S-111308 | N/A
Rusa unicolor ZMMU S-78475 N/A ad Jlec Mpsokk-Crop. | CMemanHas
ZMMU S-136361 | XK
ZMMU S-102056 | XK
Mosch ZMMU S-143562 | N/A
Moschidae mgssghil;:rus ZMMU S-122536 | XK ad Jlec Ipeokk-Crop. | TpaBosiaHast
ZMMU S-195363 | N/A
ZMMU S-195364 | N/A
ZMMU S-191852 | M
Alcelanh ZIN 23810 N/A
buZZIzghﬂz ZIN 8253 M ad OTKpBITHIN CkopoctHast | TpaBosiaHas
ZIN 8252 N/A
ZMMU S-95533 N/A
Ammotragus lervia gmmg g:igg§§2 N}:{A ad Topsr [peokkoBas | CmemiaHHas
ZMMU S-132369 | M
ZMMU S-115392 | XK
Antilope cervicapra | ZMMU S-113584 M ad OTKpPBITBIN [peokk-Crop. | TpaBosaHas
ZMMU S-109999 | XK
ZMMU S-107024 M
Bison bison ZMMU S-102022 | N/A ad OTKpBITHIN Monytsikenass | TpaBosiaHast
ZMMU S-102017 | N/A
ZMMU S-115899 | N/A
ZMMU S-102011 K
Bovidae Bison bonasus ;mmg 2:18;822 wﬁ ad Jlec Monytsokenas | CmenraxHHast
ZMMU S-102005 | N/A
ZMMU S-193088 | M
Bos frontalis ZMMU S-102010 | N/A ad Jlec [onytskenas | CMenranHast
Bos gaurus ZIN 8827 M ad Jlec Honytsokenas | JlucrosaHas
Bos taurus ZMMU S-102026 LS ad OTKpBITHIH [Monytsxenas | TpaBosiaHas
IEE 1932 K
Boselanh ZMMU S-100405 | N/A
trgz]eo?gml;?us ZMMU S-106933 | M ad Jlec Monytsikenass | CmenraHHast
ZMMU S-102018 | N/A
Bubalus bubalis ZMMU S-102006 M sad MonyBoxueiii | Tlomytsokenas | TpaBosianast
Budorcas taxicolor | ZMMU S-184744 | X ad Topst Monytsokenast | JlncrosaHas
ZMMU S-191641 | XK
Capra caucasica ZMMU S-109418 | XK ad Topsr IpeokkoBast | CMmeruaHHas
ZMMU S-585734 | M
ZMMU S-107438 M ad I'oper [IpsokkoBas | CmemaHHast
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Capra ZMMU S-3302 N/A
cylindricornis ZMMU S-65569 M
ZMMU S-153892 M
ZMMU S-161591 M
ZMMU S-167631 | X
Capra falconeri gmmg 2:?32322 ),\I; ad Topsr [peokkoBas | CmemiaHHas
ZMMU S-84895 M
ZMMU S-136362 | XK
ZMMU S-181396 M
ZMMU S-107435 | XK
Capra sibirica émmg 2:?3;322 % ad Topbr IpepkkoBass | CMernaHHas
ZMMU S-102031 M
Capncomls. ZIN 7826 N/A ad Topsr IpeokkoBass | CmernaHHast
sumatraensis
ZMMU S-180906 | XK
Connochaetes gnou | ZMMU S-102023 | N/A ad OTKpBITHIN CkopoctHast | TpaBosiaHast
ZMMU S-155771 | N/A
Connocoetes ZMMU S-109784 | N/A q 0 . C T
taurinus ZMMU S-106947 | N/A a TKPBITBII KOPOCTHAsI paBosiIHAs
Damaliscus lunatus | ZIN 8265 K ad OTKpBITHIN CxopoctHast | TpaBosaHas
Damaliscus sp. ZMMU S-132662 M ad OTKpPBITHIN CkopocTtHas TpaBosigHast
ZMMU S-113583 M
Gazella gazella g:s 8475 N};{A ad OTKpBITHIN Mpsokk-Crop. | CMemmanHas
ZMMU S-143568 | N/A
Gazell ZMMU S-150883 M
Suai)zg;eu t?urosa ZIN 26467 XK ad OTKpBITHII Ipsokk-Cxrop. | CMemianHas
ZIN 26568 N/A
ZIN 32684 N/A
!—lemltr_agus ZIN 26730 N/A ad Topbr CmMmemianHas
jemlahicus
:‘q‘ﬁﬁ1 OJgagus i:m gj;? m ad OTKpBITHIN CkopoctHast | TpaBosimHas
ZMMU S-148489 K
ZMMU S-158570 M
ZMMU S-148919 | X
ZMMU S-143559 | N/A
Hippotragus niger ZMMU S-107026 | N/A ad OTKpBITHIN CkopoctHass | TpaBosaHas
ZMMU S-93078 N/A
ZMMU S-160257 M
ZMMU S-155685 | XK
ZMMU S-163601 M
(Pe(lcljitp))l;isprymnus ZIN 21032 N/A ad OTKpBITHIH peokk-Crop. | TpaBosoHas
ZMMU S-196676 | XK
Madoqua saltiana ZMMU S-184073 | N/A ad OTKpBITHIN Mpsoxk-Cxop. | Jlucrosanas
ZMMU S-184073 M
Naemorhedus ZMMU S-165272 XK ad Topst [peokkoBas | CmemiaHHas
caudatus
ZMMU S-162046 | X
Naemorhedus goral émmg g:ggggg NI\//IA ad Topbl [MpeokkoBast | CmeriaHHas
ZMMU S-162731 | N/A
Nanger - ZIN 8525 M ad OTKpBITHIN Mpeoxk-Crop. | CMemanHas
soemmerringii
Oreamnos ZMMU S-167397 | N/A juv
americanus ZIN 27209 N/A ;ad T'opsr IperxkoBass | CmernaHHas
ZIN 16922 N/A juv
Oryx gazella ZIN 31162 XK ad OTKpBITHIN CkopoctHas | CwmernanHas
Oryx leucoryx ZIN 8486 K ad OTKpBITHIN CkopoctHast | CwmemnranHast
Ourebia ourebi ZIN 8531 M ad OTKpBITHIN Mpeokk-Ckop. | TpaBosiaHast
ZIN 8532 N/A
Ovibos moschatus gmmg 2:1223;2 m ad OTKpBITHIT Monytsoxenast | TpaBosiaHast
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ZMMU S-138893 | XK
ZMMU S-164376 | XK
ZMMU S-135832 | M
ZMMU S-54726 N/A
ZMMU S-134534 | M
ZMMU S-106961 | XK
ZMMU S-106941 | N/A
Ovis ammon émmg g:;ggg;g N}§<A ad T'opsr Mpeoxk-Cxop. | TpaBosaHas
ZMMU S-54722 N/A
ZMMU S-54723 N/A
ZMMU S-134444 | M
ZMMU S-146149 | M
ZIN 11693 M
ZIN 11694 M
Ovis aries émmg Sjgggé? N)i(A ad Topsr [peokk-Crop. | TpaBosimHas
ZIN 11864 M
IEE 2964 X
ZMMU S-136668 | N/A
Ovis nivicola ZMMU S-133807 | XK ad Topsr Ipeokk-Ckop. | TpaBosiaHast
ZMMU S-143565 | M
E antholqps ZIN 23685 N/A ad OTKpBITHII CkopoctHast | CmeruanHast
odgsonii
Phllanto.mba ZIN 4935 N/A ad Jlec Ipsoxk-Crop. Bceesigaas
maxwellii
riglr:ggtgi:ba ZIN 23665 N/A ad Jlec IMpsoxk-Crop. Bceesiqnas
Procapra gutturosa g:s iggg? N'\//IA ad OTKpBITHIN CkopoctHasg | CwmeriaHHas
P_rogapra ZIN 8334 XK ad OTKpBITHIH CkopoctHast | CmemraHHast
picticaudata
Pseudois nayaur ZMMU S-175435 | M ad Topsl [peokk-Ckop. | TpaBosiaHast
Raphicerus sp. ZIN XK ad OTKpBITHIH Mpsoxk-Cxop. | Jlucrosanas
Redunca redunca ZIN 8314 X ad OTKpBITHIN TpaBosiiHas
Rupicapra
. ZIN 26963 M ad I'oper IperkkoBas | CmernaHHas
rupicapra
ZMMU S-50481 M
ZMMU S-113115 | XK
Saiga tatarica g:s ;2229 )I\I/I< ad OTKpBITHIH CkopoctHast | CmeruanHast
ZIN 26388 XK
ZIN 26799 M
Syncerus caffer ZIN 4945 M ad OTKpBITHIH Honytsxenass | TpaBosaHas
ZMMU S-167359 | M
Zl:?)?(?;?ﬁ? " ;mmg g_i;ggg; ),\IA( ad Jlec [peokk-Crop. | JlucrosmHas
ZMMU S-178805 | XK
Tragelaphus spekii | ZMMU S-107434 M ad Jlec [psoxk-Cxop. | Jlucrosanas
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Tabauua 4. AMIIIUTYIbI TOABUKHOCTH U HEKOTOPBIE XapaKTEPUCTUKH MOSICHUYHO-KPECTIIOBOTO
CyCTaBa N3yYEHHBIX NAPHOKOIIBITHBIX

~macca Kpectu. | [nuna aROM (°)
Bug Homep Terna (Kr) 03B. KpecTia

(Mm) SB LB AR
ZMMU S-180579 80 4 82 15,85 11,95 2,05
Potamochoerus porcus ZIN 30865 80 4 90 6,75 11,92 1,87
ZIN 1674 80 4 86 10,12 12,03 1,17
ZMMU S-159329 105 4 102 16,88 10,20 1,20
Phacochoerus africanus ZMMU S-138880 83,75 N/A N/A 17,97 11,88 1,96
ZIN 3526 105 5 95 17,70 10,81 1,97
ZMMU S-171945 105 4 86 10,40 11,10 1,61
Sus scrofa cristatus ZIN 14762 1135 4 137 13,71 12,05 1,34
Sus scrofa domestica ZMMU S-106943 200 N/A N/A 12,63 13,69 4,14
ZIN 16901 200 N/A N/A 15,36 11,05 1,27
ZIN 10485 102,5 5 160 19,88 17,10 517
Sus scrofa ZIN 14758 92,5 4 116 15,33 11,23 1,15
IEE 1633 102,5 N/A 122 16,57 12,44 2,44
ZMMU S-101999 21,5 3 39 17,03 17,96 8,49
Pecari tajacu ZIN 35401 21,5 5 90 19,38 12,88 3,44
ZIN 14529 21,5 5 89 17,46 12,34 3,46
ZIN 32784 21,5 5 90 19,44 12,30 2,89
Tayassu pecari ZIN 30967 32,5 7 120 13,64 13,59 4,52
Choeropsis liberiensis ZMMU S-166224 215 N/A 162 10,80 8,64 1,24
ZMMU S-138766 215 N/A 143 10,59 9,28 2,28
ZMMU S-106956 1400 N/A N/A 7,79 8,76 1,69
Hippopotamus amphibius | ZIN 24577 1400 5 268 12,14 9,66 2,75
ZIN 24305 1400 5 270 13,77 8,92 0,76
Camelus bactrianus ZIN 11173 475 5 230 9,86 13,14 3,43
ZIN 24636 500 4 170 12,63 11,98 3,42
Camelus dromedarius ZIN 13408 500 4 164 11,76 10,84 2,10
ZIN 10826 500 4 162 15,73 11,51 2,51
ZIN 35217 500 4 175 16,51 11,97 2,68
ZMMU S-106952 165 4 87 17,29 11,99 2,85
Lama glama ZMMU S-106948 165 4 81 15,81 12,25 3,51
ZMMU S-106946 165 4 111 16,39 12,34 2,86
Lama guanicoe ZMMU S-113046 115 4 110 15,78 10,81 1,64
ZMMU S-113400 115 5 126 18,90 11,36 2,36
Tragulus javanicus ZMMU S-459 1,9 4 43 16,63 11,60 4,08
ZMMU S-175329 19 N/A 50 15,21 11,79 345
Tragulus kanchil ZIN 2190 2 4 40 22,82 9,93 0,57
Tragulus napu ZMMU S-197060 4 N/A 50 17,07 10,96 2,64
Tragulus sp. ZMMU S-1764 3 4 41 20,89 11,16 3,05
ZMMU S-65570 46 5 85 15,90 12,34 2,79
Antilocapra americana ZIN 27208 46 4 89 15,40 12,63 3,70
ZIN 26877 46 N/A 100 17,16 10,39 1,66
ZMMU S-175340 828 4 200 7,86 10,81 3,77
ZMMU S-122542 1010 4 172 8,58 9,85 2,96
Giraffa camelopardalis ZMMU S-184077 648 3 139 4,53 8,85 2,09
ZMMU S-106953 550 4 150 8,33 10,41 2,74
ZIN 26970 648 N/A 120 9,50 15,26 7,11

Okapia johnstoni RMCA 784 250 N/A 140 5,31
ZMMU S-107437 370 N/A N/A 8,19 10,32 2,02
ZMMU S-102028 410 4 110 5,08 8,96 1,10
Alces alces ZMMU S-115389 450 5 87 10,54 9,35 2,10
ZMMU S-118513 370 5 81 9,68 9,27 2,27
ZMMU S-138241 450 4 85 11,67 10,06 2,19
ZMMU S-135337 370 5 215 6,87 9,64 2,39
ZMMU S-197955 24 5 104 14,43 10,39 1,92
ZMMU S-139395 25 5 92 16,44 9,75 1,02
Capreolus capreolus ZMMU S-117766 25 4 84 15,31 10,94 2,65
ZMMU S-117767 24 4 85 20,51 9,59 1,78
ZMMU S-117768 25 4 79 19,10 8,23 0,77
ZMMU S-117769 23 N/A 105 18,02 9,64 1,68
Cervus elaphus ZMMU S-139318 131,25 5 160 15,71 10,91 1,87
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ZMMU S-149937 165 5 155 12,90 10,56 1,72
ZMMU S-106958 55 3 97 23,03 10,88 2,07
ZMMU S-111306 55 4 122 11,70 9,18 0,30
Cervus nippon ZMMU S-164810 55 N/A N/A 21,83 10,88 1,97
ZMMU S-165607 85 4 116 14,55 10,15 1,44
ZMMU S-165410 55 4 111 21,31 10,16 1,30
ZMMU S-67975 53,75 4 88 13,60 8,67 0,53
Dama dama ZMMU S-134612 425 4 97 17,35 10,52 2,21
ZMMU S-113002 65 4 97 12,94 8,03 0,00
ZMMU S-160943 65 4 100 15,11 8,75 0,81
ZMMU S-114150 172,5 N/A N/A 14,52 9,68 1,54
ZMMU S-137315 155 4 138 9,74 9,49 1,98
ZMMU S-137314 155 5 152 15,40 10,27 1,95
Elaphurus davidianus ZMMU S-135033 190 4 137 16,12 10,30 2,03
ZMMU S-157878 155 4 114 11,82 9,14 0,55
ZMMU S-112954 190 4 142 9,78 9,49 1,38
ZMMU S-137316 190 4 143 11,90 11,11 3,20
Hydropotes inermis ZIN 29855 13,4 5 82 16,54 11,67 3,24
ZIN 26724 13 4 67 19,20 10,80 1,77
Muntiacus muntjak ZIN 15447 24 4 85 17,25 10,97 2,28
ZIN 26101 82,5 4 113 12,62 9,03 1,45
ZIN 18266 82,5 5 130 10,93 9,37 1,54
ZIN 24565 117,5 5 128 12,06 10,56 1,81
Rangifer tarandus ZIN 10222 117,5 4 122 8,88 10,05 2,32
ZMMU S-106964 82,5 4 109 10,78 7,32 0,00
ZMMU S-113003 100 5 128 11,21 10,13 2,45
ZMMU S-102073 100 4 113 10,01 9,78 1,70
ZMMU S-111308 100 5 135 12,87 11,88 4,08
Rusa unicolor ZMMU S-78475 202,5 4 113 18,38 10,18 1,95
ZMMU S-136361 12 4 58 19,39 10,87 2,01
ZMMU S-102056 12 5 66 20,60 10,70 2,54
ZMMU S-143562 12 5 64 19,37 10,29 1,80
Moschus moschiferus ZMMU S-122536 12 5 57 22,66 10,73 2,84
ZMMU S-195363 12 4 50 21,14 11,76 3,29
ZMMU S-195364 12 5 60 18,53 10,73 2,69
ZMMU S-191852 12 N/A 62 18,26 9,00 0,60
ZIN 23810 150 4 120 18,02 9,86 1,61
Alcelaphus buselaphus ZIN 8253 160 4 122 15,15 10,04 1,57
ZIN 8252 150 4 115 13,80 10,02 1,55
ZMMU S-95533 61,65 5 100 11,20 10,28 1,68
Ammotragus lervia ZMMU S-95534 61,65 5 114 19,02 10,46 2,08
ZMMU S-130272 41,3 N/A N/A 18,54 10,28 2,34
ZMMU S-132369 82 4 119 12,78 8,59 1,71
ZMMU S-115392 30 5 89 21,43 9,84 1,62
Antilope cervicapra ZMMU S-113584 30 4 67 20,59 9,39 1,30
ZMMU S-109999 30 5 88 16,92 11,24 2,79
ZMMU S-107024 729 5 240 9,77 8,65 0,94
Bison bison ZMMU S-102022 590,5 5 229 9,31 9,39 1,55
ZMMU S-102017 590,5 5 230 11,88 9,33 1,10
ZMMU S-115899 500 5 250 11,05 9,95 1,48
ZMMU S-102011 410 5 228 13,08 10,16 2,06
Bison bonasus ZMMU S-102008 500 5 244 8,28 9,77 1,89
ZMMU S-102015 500 6 295 11,41 9,93 1,79
ZMMU S-102005 500 5 284 12,74 9,92 1,76
ZMMU S-193088 590 5 255 10,11 9,91 2,11
Bos frontalis ZMMU S-102010 N/A 5 203 10,21 8,94 0,53
Bos gaurus ZIN 8827 825 5 260 10,56 9,38 1,60
Bos taUrus ZMMU S-102026 400 5 227 8,62 11,53 3,33
IEE 1932 400 N/A 195 12,02 8,83 1,10
ZMMU S-100405 205 4 155 13,60 10,01 0,94
Boselaphus tragocamelus | ZMMU S-106933 244 5 207 12,50 9,94 1,06
ZMMU S-102018 205 4 160 16,18 9,26 0,52
Bubalus bubalis ZMMU S-102006 725 N/A N/A 13,20
Budorcas taxicolor ZMMU S-184744 250 5 189 17,21 11,14 3,05
Capra caucasica ZMMU S-191641 64,5 5 105 19,44 10,36 2,20
ZMMU S-109418 64,5 4 99 14,82 9,64 2,15
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ZMMU S-585734 139 N/A N/A 18,06 10,86 2,23
ZMMU S-107438 1215 5 97 18,74 10,91 2,62
Capra cylindricornis ZMMU S-3302 56 4 90 13,04 11,75 3,14
ZMMU S-65569 1215 5 124 17,40 10,65 2,63
ZMMU S-153892 94 6 128 18,51 11,83 3,00
ZMMU S-161591 94 5 125 19,90 10,48 1,40
ZMMU S-167631 41 4 71 15,65 11,65 2,27
Capra falconeri ZMMU S-65346 41 5 89 20,99 11,45 2,48
ZMMU S-105082 94 5 119 17,70 10,74 2,13
ZMMU S-84895 94 4 96 14,40 10,31 1,80
ZMMU S-136362 41 3 58 14,09 10,28 1,17
ZMMU S-181396 94 5 127 20,95 10,81 2,99
ZMMU S-107435 43 5 101 19,44 10,66 2,15
Capra sibirica ZMMU S-54728 43 4 90 17,97 9,36 1,05
ZMMU S-106962 43 4 85 12,55 10,75 2,59
ZMMU S-102031 95 4 85 16,87 10,74 2,02
Capricornis sumatraensis | ZIN 7826 1125 5 137 13,59 9,97 2,06
ZMMU S-180906 120 N/A 105 8,68 11,72 3,24
Connochaetes gnou ZMMU S-102023 132 4 148 12,54 8,40 0,36
ZMMU S-155771 132 3 125 16,90 8,89 0,95
Connocoetes taurinus ZMMU S-109784 226,75 4 156 13,86 9,65 1,60
ZMMU S-106947 226,75 4 122 11,54 10,61 2,81
Damaliscus lunatus ZIN 8265 147 4 132 15,74 9,40 0,64
Damaliscus sp. ZMMU S-132662 150 4 112 18,48 10,41 1,76
ZMMU S-113583 150 4 111 20,96 9,58 1,03
Gazella gazella ZIN 8475 23,5 4 56 20,18 11,39 2,95
ZIN 23,5 4 57 22,86 12,33 3,81
ZMMU S-143568 28,25 4 57 22,17 15,41 7,39
ZMMU S-150883 31 5 86 21,58 10,47 1,95
Gazella subgutturosa ZIN 26467 25,5 4 67 23,13 9,19 0,99
ZIN 26568 28,25 4 57 22,37 9,08 0,89
ZIN 32684 28,25 4 68 23,12 10,22 1,52
Hemitragus jemlahicus ZIN 26730 85,25 5 130 17,72 12,92 4,51
Hippotragus equinus ZIN 8476 267,5 5 157 18,02 9,30 0,82
ZIN 8477 267,5 3 128 16,74 9,11 0,93
ZMMU S-148489 170 4 128 16,80 9,87 1,53
ZMMU S-158570 205 4 140 14,55 8,82 0,96
ZMMU S-148919 170 5 167 18,43 10,11 2,02
ZMMU S-143559 187,5 4 119 18,83 10,39 2,23
Hippotragus niger ZMMU S-107026 187,5 4 127 18,91 10,04 2,19
ZMMU S-93078 187,5 4 131 21,64 10,47 1,67
ZMMU S-160257 205 4 138 15,98 10,04 2,09
ZMMU S-155685 170 3 102 17,11 11,54 3,35
ZMMU S-163601 205 4 140 16,96 9,36 1,23
Kobus ellipsiprymnus ZIN 21032 216 5 186 18,21 9,37 0,34
ZMMU S-196676 3,25 4 30 31,19 16,02 7,67
Madoqua saltiana ZMMU S-184073 3,25 4 41 18,13 10,29 1,99
ZMMU S-184073 3,25 5 35 24,00 10,53 1,65
Naemorhedus caudatus ZMMU S-165272 34,5 5 111 18,55 12,47 3,74
ZMMU S-162046 38,5 5 106 19,34 12,23 3,12
Naemorhedus goral ZMMU S-173286 38,5 5 103 18,63 11,24 2,55
ZMMU S-159328 38,5 4 81 18,95 11,18 1,98
ZMMU S-162731 38,5 6 124 12,82 13,10 4,33
Nanger soemmerringii ZIN 8525 40 4 88 23,27 9,38 1,63
ZMMU S-167397 86,25 N/A N/A 19,31 10,18 1,96
Oreamnos americanus ZIN 27209 86,25 4 104 15,93 10,20 2,29
ZIN 16922 86,25 3 94 18,26 11,07 2,39
Oryx gazella ZIN 31162 200 5 155 14,63 11,54 3,33
Oryx leucoryx ZIN 8486 62 4 135 18,69 9,62 1,72
Ourebia ourebi ZIN 8531 14 4 63 24,87 10,19 1,26
ZIN 8532 13,13 4 58 24,12 11,22 1,72
ZMMU S-136379 305 6 212 9,22 7,40 0,49
ZMMU S-164038 305 5 196 7,35 12,30 5,19
Ovibos moschatus ZMMU S-138893 229 6 213 8,95 9,78 2,31
ZMMU S-164376 229 6 205 8,85 9,66 2,30
ZMMU S-135832 305 5 205 9,49 7,65 0,38
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ZMMU S-54726 114 4 98 16,99 9,78 1,27
ZMMU S-134534 138 5 105 18,15 10,36 2,35
ZMMU S-106961 90 4 97 20,41 10,60 2,66
ZMMU S-106941 114 5 106 14,45 9,97 1,51
Ovis ammon ZMMU S-196079 90 5 120 16,17 9,99 1,77
ZMMU S-92015 114 4 80 14,91 10,03 1,96
ZMMU S-54722 114 5 116 15,92 9,68 1,38
ZMMU S-54723 114 4 97 14,36 9,85 1,76
ZMMU S-134444 138 5 99 25,44 11,32 2,65
ZMMU S-146149 138 5 121 16,76 10,18 2,23
ZIN 11693 102,5 4 97 18,40 10,94 3,28
ZIN 11694 102,5 N/A 103 17,65 9,86 1,85
Ovis aries ZMMU S-196629 87,5 N/A N/A 16,23 10,17 2,20
ZMMU S-102061 72,5 N/A 80 19,96 10,51 2,42
ZIN 11864 102,5 4 89 16,91 10,96 3,18
IEE 2964 72,5 N/A 86 17,97 10,57 2,73
ZMMU S-136668 65,5 4 104 15,27 11,15 2,71
Ovis nivicola ZMMU S-133807 50,5 4 88 15,99 10,85 2,30
ZMMU S-143565 80,5 5 108 17,46 10,34 1,86
Pantholops hodgsonii ZIN 23685 33 4 85 17,22 11,08 2,02
Philantomba maxwellii ZIN 4935 7,95 4 58 16,53 10,98 2,22
Philantomba monticola ZIN 23665 45 4 55 24,56 11,09 2,59
Procapra gutturosa ZIN 26948 31,5 N/A 90 13,78 13,28 1,43
ZIN 15221 27,75 5 89 16,56 10,29 1,84
Procapra picticaudata ZIN 8334 14,5 4 60 21,40 10,36 2,04
Pseudois nayaur ZMMU S-175435 67,5 5 92 17,91 9,75 1,85
Raphicerus sp. ZIN 10 4 61 21,84 12,13 3,14
Redunca redunca ZIN 8314 40 4 92 18,76 10,36 1,23
Rupicapra rupicapra ZIN 26963 42,5 5 97 13,76 10,83 2,96
ZMMU S-50481 41,75 4 62 15,16 12,17 3,59
ZMMU S-113115 31,15 5 67 11,66 12,11 3,17
Saiga tatarica ZIN 1805 41,75 4 78 16,16 8,61 0,00
ZIN 26389 31,15 4 66 16,82 8,41 0,19
ZIN 26388 31,15 4 69 15,88 10,06 1,75
ZIN 26799 41,75 4 73 16,42 9,71 0,45
Syncerus caffer ZIN 4945 700 4 205 8,06 8,38 1,88
ZMMU S-167359 322,5 3 111 15,12 10,43 2,16
Tragelaphus eurycerus ZMMU S-179921 3225 4 170 13,97 9,59 1,81
ZMMU S-178882 231,5 3 133 16,35 10,16 1,78
ZMMU S-178805 231,5 5 198 12,64 10,73 2,21
Tragelaphus spekii ZMMU S-107434 100 5 126 16,87 7,66 0,00
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Tabauna 5. MccnenoBaHHble HENAPHOKOIIBITHBIE

CemelicTBO Bun Howmep Tlon Bosp | buom ®dopma bera | Jluera
Tapirus bardii ZMMU S-102033 N/A ad Jlec Tapannas | JluctosimHas
Tapirus indicus ZIN 26435 M ad Jlec Tapannas | JluctosimHas
Tapiridae ZMMU S-184859 X
Tapirus terrestris ZMMU S-93416 N/A ad | Cmemannsii | Tapannas | JlucrosaHas
ZMMU S-102024 M
Ceratotherium NMW 3086 M ad Orxparmeti | Tost T
simum RZ N/A K | ad i YUDKEL | “papoiiai
Dicerorhir.]us NMW 1500 M ad Jlec Honytsxen | JluctosnHas
sumatrensis NMW 3082 X
Rhinocerotidae | Diceros bicornis ﬁl\l\//lll\\,/IVUSF?;])EOZO >|\I/I< ad Otkpeiteiii | IMomyTsoken | JlucrosiaHast
Rhmo?eros ZIN 122 N/A ad Jlec Monytsoxen | JlucTosigHas
sondaicus
Rhinoceros .
unicornis ZIN 1918 N/A ad Cwmemannbiii | Ilomyrsoken | TpasosnHas
Equus asinus ZMMU S-74814 N/A ad Otkpoiteiii | Cropoctrast | TpaBosyaHas
Equus ferus ZMMU §-102019 X ad 0 + | T
caballus ZMMU S-106944 N/A TKPBITHII KOpOCTHasI paBosiAHAs
ZMMU S-168479 N/A
Equus grevyi ZMMU S-178883 XK ad Otkpoiteiid | CkopoctHast | TpaBosmHast
ZMMU S-172784 M
ZMMU S-102029 M
Equidae Equus hemionus ZMMU S-93053 N/A ad Otkpeithiii | CropoctHast | TpaBosiaHas
ZMMU S-74803 N/A
ZMMU S-166817 M
Equus kiang ZMMU S-160757 XK ad Otkporteiii | Cropocrtrast | TpaBosiaHas
ZMMU S-158571 M
Equus ferus ZMMU S-158572 XK ad 0 e T
orzewalskii ZMMU S-187005 M TKPBITBII KOpOCTHasI paBosiaHAs
Equus quagga ZMMU S-168478 N/A ad OtxpeiTeiii | CxopoctHast | TpaBosimHas
Equus zebra ZMMU S-105152 M ad OtkpoiThii | CkopoctHast | TpaBosiiHas
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Tadauua 6. XapakTeprCTUKU TO3BOHOYHOTO CTOJI0A M3YUYEHHBIX HEMapHOKOIIBITHBIX

Bun Howmep ITo3BoH-as CmeHa Tumna Jmna otnena (M) JlmuHa otaena
¢dhopmyna (acerox (hacerok (Mm)
Rfk | Tfx | C T L S Rf Tf | RfL
T RfL

Tapirus bardii | ZMMU S-102033 | 7C+19T+5L | T2 L4 | 205 | 590 | 180 | 185 | 233 | 705 | 65

;I;%p:lcruuss 21N 26435 7C+19T+4L | T2 L3 | 267 | 683 | 167 | 220 | 303 | 772 | 78

Tapirus ZMMU S-184859 | 7C+18T+5L | T2 L4 | 240 | 580 | 185 | 200 | 270 | 697 | 68

terFr)ésLtjris ZMMU S-93416 | 7C+19T+4L | T1 L3 | 260 | 665 | 161 | 224 | 260 | 782 | 44

ZMMU S-102024 | 7C+19T+4L | T2 L3 | 230 | 670 | 165 | 235 | 260 | 765 | 40

Ceratotherium | NMW 3086 7C+IOT+HIL | L L3 | 523 | 1207 [ 223 | 162 | 523 | 1300 | 130

simum RZ N/A 7C+18T+3L 510 | 1284 | 204 | 178 | 510 | 1420 | 68

Dicerorhinus | NMW 1500 T2 354 | 868 | 143 | 117 | 394 | 971 | 40

sumatrensis | NMW 3082 7CHIOTH3L 7 L3 7347 [ 901 | 144 | 123 | 347 | 1005 | 40

Diceros ZMMU S-93020 438 | 1170 | 160 | 200 | 438 | 1230 | 100

bicornis NMW 55210 7C+20T+3L | TL L3 7511 [ 1201 | 194 | 205 | 511 | 1385 | 100

Rhinoceros ZIN 122 7C+18T+4L | T1 L3 | 465 | 1085 | 245 | 175 | 465 | 1225 | 110
sondaicus

E;Iilggfr?igos ZIN 1918 7C+20T+3L | T1 L2 | 470 | 1240 | 180 | 250 | 470 | 1305 | 115

Equus asinus | ZMMU S-74814 | 7C+18T+5L | T2 | T17 | 420 | 627 | 200 | 200 | 452 | 592 | 235

Equus ferus | ZMMU S-102019 T17 | 590 | 785 | 290 | 180 | 630 | 752 | 323

caballus ZMMU S-106944 | (CHI8T*OL | T2 e o0 470 | 156 | 105 | 352 | 386 | 211

ZMMU S-168479 540 | 755 | 290 | 220 | 580 | 712 | 333

Equus grevyi ZMMU S-178883 | 7C+18T+6L T2 T17 525 770 293 | 215 | 570 685 333

ZMMU S-172784 560 | 765 | 297 | 217 | 601 | 685 | 336

Eouts ZMMU S-102029 | 7C+18T+5L T17 | 480 | 637 | 215 | 195 | 512 | 602 | 250

hgmionus ZMMU S-93053 | 7C+167T+5L | T2 | T15 | 489 | 583 | 206 | 194 | 528 | 505 | 245

ZMMU S-74803 | 7C+18T+5L T17 | 475 | 618 | 207 | 185 | 510 | 550 | 240

ZMMU S-166817 | L oo T18 | 540 | 680 | 275 | 170 | 573 | 680 | 275

Equuskiang | ZMMU S-160757 T2 | L, | 563 | 696 | 266 | 143 | 599 | 621 | 308

ZMMU S-158571 | 7C+18T+5L 568 | 728 | 235 | 167 | 607 | 650 | 274

Equusferus | ZMMU S-158572 | 7C+10T+6L | ., | .o | 490 | 730 | 255 | 147 | 525 | 600 | 295

przewalskii ZMMU S-187005 | 7C+18T+6L 494 | 720 | 255 | 190 | 525 | 720 | 255

Equus quagga | ZMMU S-168478 | 7C+18T+6L | T2 | T17 | 520 | 720 | 275 | 215 | 565 | 635 | 315

Equus zebra | ZMMU S-105152 | 7C+18T+6L | T2 | T18 | 450 | 625 | 210 | 210 | 483 | 625 | 210
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