UHCTUTYT I[TPOBJIEM DKOJIOI' MU U ABOJIIOLUU
umenu A.H. CEBEPIIOBA
POCCHIMCKOM AKAJEMUU HAYK

Ha npasax pyxonucu
e A ,
A O
AV

beasieB Pyciian Uropesuu

HOABUXHOCTD IIO3BOHOYHHUKA KOIIBITHBIX:
CPABHUTEJIbHBINA AHAJIU3 C UCITOJIb30BAHUEM
MEXAHUCTHYECKOI'O MOIEJINPOBAHUSA
MEXIIO3BOHKOBOI'O COYJIEHEHUSA

1.5.12 — 30050rHU

JANCCEPTAIIUA
HA COMCKAHUE YUYEHOU CTETICHU

KaHauaaTa OMOJIOTMYECKUX HAYK

Hayunb1i1 pyxkoBOauTENS:
JIokTOp OMOJIOTUYECKHUX HAYK

Ky3nenos Anexkcannp HukomnaeBuy

Mocksa — 2023



OI'TIABJIEHHUE
BBEJIEHUIE ..ottt

[JIABA 1. TIO3BOHOYHBIM CTOJIB: OTAEJIBI, TUIILI CYCTABOB, ITOAXO/IbI K
M3YUEHMIO MEXIIO3BOHKOBOM MOABUXKHOCT ..o

1.1 OTOENBI HO3BOHOUHOTO CTOIIO@. 1 1uuuueeeeetersrsssssesesssesssssassesssesesssssnsesssssessssnnnnreeeseressnns
1.2 Tumel cyCTaBOB MEXKAY TEIAMU TO3BOHKOB. .......vtereiririerieesreesteesneesinessreessnsaneesenesnis
1.3 CocTaBisromnire MeKIIO3BOHKOBOM ITOABUKHOCTH ...vvvurnsseiererersrnssesssssesssssssssessessssnes
1.4 TTonxoap! K U3YyYEHUIO MEKITO3BOHKOBOM TOJIBUIKHOCTH «...vvvvverirresireesnneesnneessneennns

1.5 VICTIONB3YEMBIE COKPALLICHUS ...v..vvvvriesresssreesseessreessesssneessesssneesnesssneesneesneessnsaneennnesnnis

I'NTABA 2. O OCHOBAHUE MEXAHUCTHUYECKOI'O ITOAXOJA K N3YUEHHIO
MEXITO3BOHKOBOU HMOABUKHOCTH ..o

PRG0S B (D.€:1507 (63075 15 (10 X017 Y (671 (<)) 1, (T
2.2 Matepuall ¥ 3TaJOHHBIE JAHHBIC JUTSI KATHOPOBKH MOJICITH . ..vvevvvveesreesssreessressssneesnns
2.2.1 Uckmouenne Cervus elaphus n3 9uciia MOACITBHBIX JKUBOTHBIX ...vvvvvivveesvveesnenns
2.3 Ilponenypa BepuduKaius TpuroHoMeTpuaeckux Gopmyn ais pacuera aROM ........
2.3.1 OOIIIAST CXEMA ITOITXOIIA «.rvvvrrrunnsssesesersrssunssessssssssssasssssssssssssssseeessrssssmnnseeeseremsne
2.3.2 BBIOOD YMCITUTEIIS M BHAMEHATEIIS ...c..vvevvesveieestesseesseessesssesseessesssssneesesnnesseensesnns

2.3.3 MomudunmpoBarras Gpopmyria s MEXKITO3BOHKOBBIX CYCTaBOB, OCHAIICHHBIX
OTPAHHYUTEIIEM CATUTTAITEHOTO PABTHOAHUIS .. .c.vveervveaetiesteessieesieeeteesieesveesseesseessnesnns

2.3.4 ®opmybl 111 TO3BOHOYHOTO CTOJI0A, Pa3IMUHBIX OT/IEIIOB TO3BOHOYHUKA U
PA3IUYHBIX TUTIOB (DACETOK ZUTATTOMIBOB ... eveeivereiieeeiiieesiiiessiteeesireessireessseeesnseeeseneens

2.3.5 T10A00P KOIPADUIIIEHTOB ......ceeereerreernreasneessreesseeasneesmeessneessesaneesneesneesnesaneesnnesnnes
2.3.6 TTon6op hopMyn i pa3TUUHBIX TPYIIT AKHBOTHBIX ..ecuvvvriivierisiresieeresieesieenesens
2.3.7 “TIPOOTEMHBIE CYCTABBL” ....euviviesrisieisieeresseesieese s sbe e sie e b n e sbeen e sreen s
2.4 Pe3ynbraThl Bepu(UKALIMA TPUTOHOMETPHUUECKUX POPMYIT ..ovvvirviinriieiiriereniie e

2.4.1 ONTUMAJIBHBIN MAOGTOH POPMYIIBL. . eivveriiiieitieiisieesreesre st siee st

2.4.2 Tunsl paceTok 3uranodr3oB MPEANOYTUTEIBHBI TIEPE OTAEIaMU TO3BOHOYHHUKA MPU

OTITUMUBAIIII (DOPMYITBL . ..vveevteeeiieeateeeasseeesteeesnteeessseeessbeeesaseeessbeeesnseeessbeeessneesnnneesnnnas
2.4.3 VITOTOBBIE POPMYIIBI ....ccivviereeesereeseeanneesneessseessesanneesmeessneesnesanneesnnesneesneeanneennnesnnes
2.4.4 Cpasuenue popmyin st pacueta SB, LB 1 AR aROM.........coooiiiiiiiiic

AR L0 8 (0)1 0 5 0): F:05 02 (oY (0 ) (<1 R
2.5.1 PerroHann3anusi TO3BOHOUHOTO CTOJIOA .....veuvverriieriirierisieesiee st
2.5.2 OTPAHUYCHUS MOJIEIIH «...vveeuvteeensreeantneesteeessseessseesssesesasesessseessssesessseessssesssneesnnnas
2.5.3 IIpumeHeHne MOJENHN U1 LIMPOKOTO CKPUHHMHTA OCTE0JIOTHYECKUX KOJUIEKIIUN
I'NTABA 3. ITOABMKHOCTDB ITO3BOHOYHOI'O CTOJIBA V ITAPHOKOIIBITHBIX ..
3.1 UccnenoBanus NOABMKHOCTH TTO3BOHOYHOTO CTOJIOA Y TTAPHOKOMBITHBIX ...ccvvvveeness

3.2 VICCIIETOBAHHBIM MATEPHIAIL. .. veeeeurrereesnrneeessnsreeesannseeesssnssesessnsssesssanssssesssssneessnseneesns



R I\ [ 4001 0710 32 T 1 & 22 110 Cc T 69

3.3.1 VICTIOTB30BAHHBIC (DOPMYITBI ...uvvviesrieessreesssseesssressssseessssesssssesssssesssssesssssesssssessnssessnsenens 69
3.3.2 VIBMEPEHUSA U PACUET TIPOTIOPIIMI 1.ceeuevrieesisirreeessiiieeessssssseessssneesssnssneesssssseeessssnseesssnnes 71
3.3.3 Pa3mep ¥ BO3PACT U3YUCHHBIX MTAPHOKOIIBITHBIX ...vvvreessurrrressssreeesssnrnreessssneeessssnneesssnnes 71
3.3.4 TIpOLIEAYPA QHAITMBA JTAHHDBIX ......vvvveeestereeesasstreeessssseesssnsssseesassseeesssssssessssssseeessnsnseeesannes 72
3.4 XapaKTepHUCTUKH [T03BOHOYHOTO CTOJI0A Y MAPHOKOIIBITHBIX . ..vcvvvevriasreesireereessneaseesenesnas 75
3.4.1 CpareHust MeX/1y MO3BOHKAMHU U MOTEPs (PaceToK 3Urarnopu3oB B CYCTABAX ............ 79
3.5 IToABMKHOCTD MO3BOHOYHOT'O CTOI0A Y TAPHOKOTIBITHBIX ...vvievviaseesressresieessesseesseesnessneseeas 80
3.5.1 OTHCH RECYCTABOB .....euviiieiieiee sttt 80
RISV O yi (<) B I l0) 7 21 : o) : S PP UPRPPROPPRTRS &2
3.5.3 aROM B nepexonnom otaene oT T k RfL CyCTaBaM .........cceevveiiiiiiiiienicccc e 86
3.5.4 OTIEI REL CYCTABOB.....cutiiiiiiiiieiiie ittt &7
3.5.5 TIOSACHUYHO-KPECTLOBBIM CYCTAB .....ueieiureieuriiasiresassresassnesasssesssssesssssesssnnesssnsessssseessnnens 90
3.5.6 CarurranpHas HOABMXKHOCTD B T CYCTABAX OETEMOTA .....oeeuveeivienreeiieeeree e 96
3.5.7 [1ogBMXHOCTH MO3BOHOYHHKA Y Tragulidae .........ccoocvviiiiiiiiiiiciic e 96
3.6 UyBCTBUTEIBHOCTD (DOPMYIT K TPABMAM U TIATOIIOTHISIM .....vveeseveasteessressseesinessesssnessesssnesnnes 97
3.7 ®yHKUMOHAJIBHBIN aHATN3 MIEWHOTO OTJENA Y MAPHOKOIBITHBIX ....vvveureeereereesineaneenenesnes 97

3.7.1 OcoGennocTtu Moposoruu cycraBoB B meiiHoM otaene y Giraffidae u Camelidae.101

3.7.2 Typuupsbsie 60u 1 MOP(OTOTHS MIEHHBIX TO3BOHKOB Y Caprinae .........ccoecverveeeenne 103
3.8 KOMIUIEKCHAS POJIb TPYTHOTO OTIEIIA ....cuvviurieirissressirssssessssessbesssnasssasssnesssesssnassiassnesssnnas 104
3.8.1 IlornomieHne KHHETHUECKON SHEPTUU B OOIACTH XOITKH ...vvveerveeireasreesireaseesnneenenenes 104

3.8.2 BeposiTHas posib 3aaceTOUHBIX IMOK B KPAHMAJIBHOM YacTH IPyJHOTO OTAENa Y

(1S S 0 TSP TP UP TR PPRPPPTPROTS 106
3.8.3 ®yHKIMOHAIBHOE HA3HAUEHUE TAHTCHITUAIBHBIX (DACETOK ..vvovvvererierreerireereesireeeenes 107
3.8.4 AKTHBHas pOJIb KayTaJIbHOW YaCTH TPYAHOTO OT/IETIA BO BPEMS TATIOMA ......eevvvenneee. 109
3.9 ®yHKUMOHAJIBHBIN aHATN3 TOSCHUYHOTO OTAEA Y HAPHOKOTIBITHBIX ...vvevvirereerirenreeninns 110
3.9.1 Ponb 3adaceTouHOl IMKU B TOSICHUYHO-KPECTLOBOM CYCTABE ......veerreeerernreesnreannenes 114
3.9.2 CBs13p MOP(OIOTHHU MOSICHUYHO-KPECTILIOBOIO CYyCTaBa C MOABMIKHOCTBIO ...........n.... 115
3.9.3 AJIJIOMETPUS U TTOABHIKHOCTD ...veeeuveieuteresureeessseesssseessssessassessssesssseessneessseeasneesnnnas 116
I'NTABA 4. IIOABMXHOCTD ITIO3BOHOYHOI'O CTOJIBA Y HEITAPHOKOIIBITHBIX ... 120
4.1 WccnenoBaHus MOABUKHOCTH MTO3BOHOYHOTO CTONI0A Y HEMAPHOKOMBITHBIX .....c.vvevveennee 120
4.2 VICCTACHOBAHHBIM MATEPHAIL....euvvvveessureeeeesassneeesssssseeesssssseesasssesessasssseessassseeessnssnnesssnsnneeesns 121
L I\ (5110117 02 A PP OTPEPPPUPPPPRPRRRRN 122
4.3.1 VICTIONTE30BAHHBIE (DOPMYIIBI ....vvvererienreesureasseessseesseessneesneessneessesasneesneessneessneeneennnesnnes 122
4.3.2 TIpOouemypa QHATTMBA TAHHBIX ...eeeeeurreeesssrreeesanreeesssssneeessssssseesassseesssnsseesssassneeesansnees 123
4.4 XapaKTePUCTHKA TIO3BOHOUHOTO CTOTIOR ....vvevvieteessreesiresseiesseesseesseeasesssnesseessnesseessnesnnes 123



4.4.1 CpallIcHUS MEXKTY TTO3BBOHKAMU .......vvveeesurrrreesannreeesssnseeessassnesessnssseesssssseesssnssesesansnees 127

4.5 IMoaBM»KHOCTH TTO3BOHOYHOTO CTOJIOA Y HETTAPHOKOTIBITHBIX ..vvveevvvvessreesssreessireesssneesssneens 129
4.5.1 OTHEITT RE CYCTABOB .....viiiiiiiiiiie ittt ettt ettt e e nbe e 129
4.5.2 OTHEIT TE CYCTABOB ....vvviiiiieiiiie sttt sttt ste ettt ettt e et e s it e s nbe e e s be e e snseeeenes 133

4.5.3 Tlossican4Hast 00J1aCTh, BKITFOYAS MMOSCHUYHO-KPECTIIOBBIM CYCTAB ... .evvivvreiiriesrireesienns 134

4.6 Pernonanusanusi I03BOHOYHOTO CTOJI0a Y HEMAPHOKOIIBITHBIX ....vvrrureereresreesinesneesenesnnes 137
4.6.1 Ilepexon OT paAMaIbHOTO K TAHTCHIIMAIBHOMY THILY CYCTABOB.....cvvirureeeriareeninennnes 137
4.6.2 Ilepexon OT TAHTE€HIIMAIBHOTO K 3aMKOBOMY THILY CYCTABOB......vveivversreerirrareesenesnnes 137

4.7 ®yHKIMOHAIbHBIN aHAJIN3 MIEHHOIO OTAENA Y HEHAPHOKOIIBITHBIX ...vvevveeereeirenreerinennnes 138

4.8 OCOOCHHOCTH TPYAHOTO OTMIEA Y HETTAPHOKOIIBITHBIX .eeuvvveesresssreesssreessssessssseessseesssseeens 141

4.9 J1opcoCcTaOMIBHBIN TaTOT HETTAPHOKOTIBITHBIX .ttt uvvveessseesssresssssessssseessssesssssesssssssssssessnseeens 142

BAKITHOUEHVE ...ttt ettt e e ne e e e 148
BBIBOIBI ...ttt b e R bR ne e nnr e 152
CITMCOK JIATEPATYPBL ...ttt sttt et 154
TTPUTIOYKEHIIE 1 ..ottt ettt sttt nb ettt te e e 167
TTPUTIOTKEHIIE 2 ...ttt sttt bbbt st nbe et e et et nnee s 171



BBEAEHUE

[To3BOHOYHBIH cTONO SABISETCS YHUKAJIBHOW CTPYKTYPOM, KOTOpas Jlaja Ha3BaHUE LIEJIOMY
noATuny kuBoTHBIX — [lo3BoHOuHBle (Vertebrata). B coBpemenHoll (hayHe K HUM OTHOCATCA
OecyentocTHbIe (MUHOTH U MUKCUHBI), PBIObI, aM(pUOUN, PENTUINH, IITUIBI U MJICKOUTAIOLIHE.
[T03BOHOYHMK SIBIAETCS OMOMEXaHUYECKOH OCHOBOW BCEro Teja IMO3BOHOYHOTO IKHBOTHOTO.
AnantuBHas crneuu(puKa MO3BOHOYHMKA, BBIPRXKEHHAs B IPOMOPLHUAX OTAEIOB HO3BOHOYHOIO
cToJI0a M perMoHaNu3aliy NOABMKHOCTH B MEXKII03BOHKOBBIX CyCTaBaX, HalpsIMYIO CBs3aHa C
0COOEHHOCTSIMH JIOKOMOIIMHY, B3aMMOJCHCTBUSAM CO CpPEeJOoWd OOMTAaHUS W CIIOCOOOM IMUTAHHMSL.
Crnenuduka TO3BOHOYHMKA OIpenesieT IulaBaHue pbhl0 ¢ OOKOBBIMU (BIPAaBO U BJICBO)
JBYDKEHUSIMHM M IUIaBaHME MJICKONUTAIOIUX C CArUTTAJIbHBIMHU (BBEpX M BHU3) IBMKECHUSIMHU
TYJIOBHILA; CHOCOOHOCTbH COB BpalllaTh roJ0BY OTHOCUTEIBHO Ty/oBHINA Ha 360 rpaaycoB, yMeHHE
Laresib UCIIOJIb30BaTh IIEI0 C TOJIOBOM Kak rapiyH [Uisl yAapoB IO J100bI4e, TMOKOCTh 3MEW,
CHOCOOHBIX OOBUBATHCS BOKPYT KEPTBHI U T.1. Ho crienmanuzanus m03BOHOYHUKA, 3TO HE BCEIa
YBEJIMUEHHUE TOABWKHOCTH. Hampumep, mOYTH IOJIHAsE MOHOJIUTHOCTH B TYJIOBHIHOM YacTH
MO3BOHOYHMKA ITHUI] U HEKOTOPBIX JICTYUUX MbIIIEH — BayKHEHIas ajanTanus, Heooxoqumas JUist
sHepreTuyecku 3(p(HEeKTUBHOIO MOJETA.

[T03BOHOYHMK COCTOUT U3 OOJIBIIOrO YK CIIa HO3BOHKOB, IPYIIbI KOTOPBIX IPUHSITO Y aMHUOT
O0O0BbEIUHATh B OTAEIbI: MIEHHBIN, TPYIHON, MOSICHUYHBIN, KPECTLOBbIH, XBOCTOBOH. /{14 kaxaoro
OT/ea XapakTepHa cBosl popMa MO3BOHKOB, UYTO OINPEEIISETCS BBIIOIHIEMBIMUA 3TUM OTAEIIOM
¢yHkuMsiMu. Bce TO3BOHKM COEAMHEHBI MEKIIO3BOHKOBBIMU CycCTaBaMU. MeXKIO3BOHKOBBIE
CYCTaBbI CIOCOOHBI K IBUKEHHSIM B TPEX MIIOCKOCTAX, YTO MO3BOJIET OCYIIECTBIAThH KaK IIPOCThIE
JIBIDKEHUSI B OJTHOW IJIOCKOCTH, TaK M OYEHb CJIOXKHBIE, MPECTaBIsAIoIIMe co00i coueTaHue
MOJBMKHOCTH B JBYX WM TpPeX INIOCKOCTAX. OTAenbl MO3BOHOYHHMKA CIIELUAIU3UPOBAHBI Y
MJIEKOTIUTAIOMIMX JJI  BBIMOJHEHUS pa3nuuHblXx ¢(yHkumid. Croenuduka HTOABUKHOCTH
MO3BOHOYHMKA, HECOMHEHHO, BXOAUT B aJalTallMi0 K TOMY WM HHOMY 00pa3y >KM3HH, HO
(akTUYECKUX CBEACHUN Ha 3TOT CUET KpalfHEe MaJIo U3-3a TPYAHOCTH MOJIyYEHUS KOJTMYECTBEHHBIX
JAHHBIX 110 MEKITO3BOHKOBON NOJBUKHOCTH.

AKTYaJIbHOCTb TeMbl HccJIe10BaHMA. [IOIBIKHOCTH MO3BOHOUHOTO CTOJIOA SIBISIETCS
OnomexaHn4yeckuM QyHAamMeHToM Tena. [loABM)KHOCTh 1Ieum obecrneyuBaeT B3aMMOJEHCTBHE
MO3BOHOYHBIX ’KMBOTHBIX CO CpeIoif 0OMTaHus, B TO BpeMs KaK TyJOBHUIIHAS YaCTh T03BOHOYHUKA
aKTHBHO 3aJIeiCTBYeTCSl BO BpeMs JIOKOMOIIMH. MeTonudeckas pa3padoTka MEeXaHHCTUYECKOM
MOZIENH Ul pacyera MOABMKHOCTH IO3BOHOYHMKA HAllENeHAa Ha TO, YTOOBI KOJIMYECTBEHHO
OLICHUTh AaMIUIUTYAbl MOJBMXHOCTH B MEXKIO3BOHKOBBIX CyCTaBaX Y IIHPOKOTO Kpyra
COBPEMEHHBIX M HCKOMaemblx (opM. DTO MO3BOJMUT PACHIMPUTH 3HAHHUS 00 HM3MEHUHMBOCTHU
HOABMKHOCTH, €€ MPUYPOUYCHHOCTH K pa3IMYHBIM (DyHKIIMOHAIBHBIM MOJIPA3IEICHUSM CIIHBI, €€
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B3aMMOCBS3H C APYTUMHU MOP(OIOTrHYECKUMH XapaKTepUCTUKAMU, pa3MepaMu, JOKOMOTOPHON U
OKOJIOTUYECKOH crienn(uKoi, B YaCTHOCTH, KOTIBITHBIX.

Crenenb pa3padoOTAaHHOCTH TeMbl HcciaenoBaHusi. lccrmenoBaHus TMOABMKHOCTH
ME)KITO3BOHKOBBIX CyCTaBOB KpaifHe CI0KHBI U3-3a IBYX OCHOBHBIX IpobiieM: (1) HeoOxoaumoctu
TOYHOU (PUKCAIMM YIJIOB OTKJIOHEHUS MO KAXKIOW M3 TPEX COCTABISIOIIUX MEKIIO3BOHKOBOM
MOJBMKHOCTH, (2) caMoil crenu(UKH MO3BOHOYHHKA, KOTOPHIH COCTOMT M3 OOJBIIOrO YHcia
ME)KITIO3BOHKOBBIX CYCTaBOB, CKPBITBIX IITYOOKO B MATKHX TKaHsX. M3-3a 3TUX TEXHHYECKHX
npobieM O0XBaT M3YYEHHBIX B JTOM aCHEKTE I103BOHOYHBIX >KMBOTHBIX, HECMOTpS Ha
MPOAOJDKUTENBHYIO UCTOPUIO MCCIIEAOBAHUN, OCTAaeTCs KpailiHe He3HAuuTeNbHbIM. Paznuuus B
UCIIONB3YEMBIX IMOAXO/AaX M JW3aifHE 3KCIIEPUMEHTOB MEIIAeT MPSMOMY CPABHCHHIO JaXKe HE
OYCHb MHOTOYHCIICHHBIX HAKOTUICHHBIX JaHHBIX.

[TepBbie pabOTHI, B KOTOPBIX TPUBOASATCS JAHHBIE O MOABMKHOCTH ITO3BOHOYHHUKA OTHOCSITCS
K Hauany XX Beka. MI3Ha4anbHbII HHTEpEC K MOJIBUKHOCTH MTO3BOHOYHOT'O CTOJI0A OBLT CBSI3aH CO
crimHoii vemoBeka (Fick, 1904, 1910, 1911). IlepBbiM H3BECTHBIM aBTOPY HCCIICIOBAHUEM
MOJIBMKHOCTHA B MEKITO3BOHKOBBIX CYCTaBax y Pa3IMYHBIX aMHHUOT ObLIa PEBOJIOIMOHHAS IS
cBoero BpeMeHu pabora b. 3apauka (Zarnik, 1926). B cepenune XX Beka mporCcXOAUT B3PHIBHON
pPOCT 4YKciIa MEAUIIMHCKUX UCCIIEIOBAaHUN MOABMKHOCTH MO3BOHOYHHMKA y YEIIOBEKa B CBSA3H C
pasButHeM optoneauu ¥ uMmipianrosiorud (cMm. White & Panjabi, 1990). B konme XX Beka
JIOMAalTHUX TAPHOKOMBITHBIX HAYMHAIOT HCIOJB30BaTh B KAYeCTBE MOJCIBHBIX OOBEKTOB B
MEIMIIMHCKUX  HWCCIEOBAaHUAX  (BKJIIOYash  HMCCIEAOBAaHUS  MEXaHHYECKUX  CBOMCTB
MeX103BOHKOBBIX HMILTaHTOB) (Wilke et al., 1997a, B, 2011; Kumar et al., 2002; Busscher et al.,
2010). 3oonoruueckue HCCIEAOBAaHUS MOJBMKHOCTH CIIMHBI Yy TI03BOHOYHBIX OCTaBAJIUCH
€IMHUYHBIMH Ha BCEM MPOTKeHUE XX BeKa. J[ByMsl OCHOBHBIMU HaIIPaBICHUSIMU UCCIIETOBAHHI
CTalM W3Y4YEHHE pacloiaraeMoyd TMOJBMKHOCTH TTO3BOHOYHHMKA Ha CKEJIETHO-CBS30UHBIX
npenapatax no3BoHouHuka (IIeuteimuyk, 1975; Gal, 1993) u wucnome3yemoro auanazoHa
JIBUKCHHSI HAa KUBBIX JKHBOTHBIX, KOTOPBIE B OCHOBHOM IPOBOJIMIIMCH Ha OCTOBBIX JIOPOXKKAX
(Pourcelot et al, 1998; Haussler et al, 1999).

B mocnennue roasl TeMa 3BONIONNH, (PYHKIIMOHATBEHOW PErMOHANTM3AINHA U TTOJBUKHOCTH
MO3BOHOYHHMKA CTalla MPUBJIEKaTh Bce Oonbie BHuManus (Gunji & Endo, 2016; Jones et al., 2020).
[TosiBIUIIMCH HWCCTICIOBAHUS, B KOTOPBIX HW3yYaldWCh CIIOKHBIC JBW)KCHHS TIO3BOHOYHWKA HaA
nmpenaparax nTuil ¢ moMoiibio Tomorpada (I'punpimuna u np., 2016; Kuznetsov & Panyutina, In
press) U KMHEMaTHKa TMO3BOHOYHUKA MpH Oere MIIEKOMUTAIONIUX C TOMOIIBI0 BHICOPEHTICHA
(Schilling & Hackert, 2006). Taxxe mnosSBWINCH PabOTH, B KOTOPBIX HE HU3MepsiIach, a
MOJIETTUPOBAJIaCh MOABMKHOCTh B MEKIMO3BOHKOBBIX cycTtaBax (Krings et al., 2017; Vidal et al.,

2020; Miiller et al., 2021). IlosBunuck mnepBble CpaBHUTENIbHbIE PAOOTHI MO MOABUKHOCTU
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MEKITO3BOHKOBBIX CYCTaBOB Yy HIIMPOKOTO KpyTa PeCTaBUTENEN pa3IMUHBIX IPYIII T0O3BOHOYHBIX
(Werneburg et al., 2014; Belyaev et al., 20216, 2022, 2023; Kuznetsov & Panyutina, In press).
esbro 1aHHON pabOTHI ABIAETCS MHUPOKOMACIITAOHOE HCCIEIOBAHUE TPEX COCTABISIONINX
MEXIIO3BOHKOBOM MOJBMKHOCTH B IPEIKPECTLOBOW 4YacTH IMO3BOHOYHMKA Yy MApHO- H
HEMAPHOKOIBITHBIX C TOMOIIBI0 MEXaHUCTUYECKOW MOZETIN MEKIT03BOHKOBOTO CYCTaBa.

JUist JOCTHOKEHHSI JTAHHOM 11ey OBbUIM TIOCTABJICHBI ClIeAyIonre 3agayuu:

1. IIpoBectn pa3pabOTKy M BaTUAALMI0 METOIUKU JUIA pacdyera TPeX COCTaBISIOLIMX
HOABMKHOCTU (caruTTanbHas T'MOKOCTb, JarepajibHas TI'MOKOCTh M OCEBOE CKPyYHMBaHHE) B
MEXITO3BOHKOBBIX CYyCTaBaX Ha OCHOBE MEXaHUCTUYECKOM MOJIENTU UX (POPMBI.

2. WM3yuynTh W3MEHYMBOCTb TPEX COCTABIISIONIMX MEKIO3BOHKOBOI IOIBMKHOCTH B
Pa3IMYHBIX YAaCTSAX MIEU U CIIUHBI KOMBITHBIX MJICKOTTHTAOIHX.

3. M3yuuTh pPErMOHAIM3ALUI0 O3BOHOYHOIO CTON0A, OMNPEAEIUTh I'PaHMIBI OT/IEIIOB,
OLIEHUTh MX M3MEHYMBOCTb M B3aMMOCBS3b MEXJIy I'paHMLAMHU MOAYJIeH M (QyHKIMOHAJIbHON
cnenn(rKoi TO3BOHOYHOTO CTONIOA.

4. OcyuiecTBUTh CpPaBHUTENBHBIA aHAJIN3 MEKIO3BOHKOBOM MOABM)KHOCTH y BCEX
COBPEMEHHBIX CEMENUCTB MapHO- U HEMAPHOKOIIBITHBIX.

5. V3yuuTh anjaoMeTpUYecKylo, TaKCOHOMHYECKYIO, JIOKOMOTOPHYIO U 3KOJOIMUYECKYIO
cnenn(rUKy MEKIO3BOHKOBOW IOJIBMKHOCTH B PA3IMYHBIX YaCTSIX IMO3BOHOYHHKA KOTBITHBIX
MIIEKOTTATAIOIIHX.

6. IIpoBeputhb 1 yrounuts runoresy I1.I1. ['ambapsiHa 0 1oOpcocTaOUIBHOCTH KOTBITHBIX.

7. Ha ocHOBe H3yueHHUs] MEXIO3BOHKOBOH IOABMKHOCTH OLEHUTh (YHKLHMOHAIbHOE
3HaYE€HUE YHHUKAJIBHOTO CPEIH JIaBpa3uaTepHeB yBEITMUYEHUS YHCIa TYJIOBHIIHBIX MO3BOHKOB Y
HETIAPHOKOITBITHBIX.

O0beKTOM MCCJIeI0BAHMA  BBICTYNAIOT CKEJEeThl ILIMPOKOTO Kpyra MapHO- H
HEMapHOKOIBITHBIX MJIEKOIUTAIONIUX.

IIpeamerom Mcc/ieI0BaHUA SIBISIETCS TTOIBHYKHOCTDh PA3NIUYHBIX OT/EJIOB TTO3BOHOYHOTO
cToyi0a, ee B3aMMOCBSI3b C pa3MepaMy M MPONOPIHAMHU Tea, 00pa3oM KU3HU B JJOKOMOTOPHOM
crenn(UKo.

JU1s BBITOSTHEHUS pabOThI UCTIONIBb30BaH CKeJEeTHBIH MaTepuaJs 13 KOJUIEKIIMHA POCCHICKUX
U 3apyOeKHBIX My3eeB, MHCTUTYTOB M 300MapKOB. MaTepuall Juist ICCIeIOBaHUS MPEIOCTABUIIN:
3oomorudeckuii Mmy3eid MOCKOBCKOTO rocylapcTBeHHOro yHuBepcutera uM. M.B. JlomoHOCOBa
(Mocksa), 3oonornueckuit uHCTUTYT PAH (Cankt-IlerepOypr), MHCTUTYT npobieM 3KOJIOTuu 1
sBomonin uMeHn A. H. CesepuoBa PAH (Mocksa), Kadenpa antpomnonoruu MockoBCKOro

rocymapcTBeHHoro yHuBepcutera uMm. M.B. JlomonocoBa (Mocksa), PocroBckwuii-Ha-/{ony



3oomnapk (Pocros-na-Jlony), Koponesckuii myseit Llentpansuoit Abpuku (TepBropen, benbrus),
Mys3eii ecrectBenHoi ucropuu (Bena, ABctpus).

[TonBMXKHOCTH CIIMHBI ObIJIa 3y4YeHa Ha MSATH TO3BOHOUHBIX cTON0ax yenoBeka (Tabmuma 1),
55 ckenerax mapHokonbITHBIX (Tabnuna 1 B [Ipunoxkenuun 2) u 29 ckeneTax HEMApHOKOIBITHBIX
(Tabmuma 5 B Ilpunoxkenun 2). Eme mas 183 3K3eMIuIIpoB MapHOKOMBITHBIX OblIa HM3y4deHa
MOJIBMKHOCTh B MOSICHUYHO-KpecTiioBoM cycraBe (Tabmuna 3 B [Ipunoxkenun 2). Beero B xome
BBITIOJTHCHHSI KICCIIEIOBAHUS TTOJIBUYKHOCTH ObLTa onpeseneHa B 6oee yem 2000 MeKIO3BOHKOBBIX
cycTaBax.

[Tpouecc pa3pabOTKH M BaJIMJAIMM MOZENH, a TakkKe METOAuKa padoThl C MarepuaioM
noApOOHO ONMKCAHBI B COOTBETCTBYIOIINX pa3ienax paboThl.

JloCTOBEPHOCTh MOJYYEHHBIX Pe3yJbTATOB TI0 MEXKIIO3BOHKOBOM IOABUKHOCTH
MOJATBEPXKIACTCSI MHOTOCTYIEHYAaTOM MpOILEeIypoil Bamuaalud pa3pabOTaHHOM MOJEINH.
JlocTOBEpHOCTH MOTYYEHHBIX BHIBOJIOB JIJISl PA3IMYHBIX TPYII KONBITHBIX OCHOBAHA HA U3yYEHUHU
IIMPOKOTO Habopa TakCOHOB. Paznmunbie Mopdoornyeckre 0coOeHHOCTH ITO3BOHOYHOTO CTONI0A
IPOMJLTIOCTPUPOBaHbI (hoTorpadusMu ckeneTHoro marepuaia. JloCTOBEPHOCTh CTATUCTHUYECKUX
BBIBOJIOB TOATBEPXKAAETCA CTATUCTHMUECKHM AaHalu30M. Pa3nuuHble mapaMeTpbl W3YyYeHHBIX
MO03BOHOYHUKOB TpuBeneHbl B [Ipunoxkenun 2 (Tabmuust 2, 4, 6). Cepusi crateil, B KOTOpOi
MIPEICTABIICHBI PE3YAbTaThl IPOBEICHHBIX HCCIIEIOBaHUH, ommyOnukoBana B Journal of Anatomy —
BEIYyIIEM PEIEH3UPYEMOM KypHaJie IO aHATOMHUH >KUBOTHBIX, BXOJSIIEM B 0a3bl JaHHBIX WOS,
Scopus.

JInunplii BKJIaJ aBTOpa. ABTOp pa3paboTan, mpoBes BaIuAalli0 U TPUMEHUI Ha ITHPOKOM
MaTepuaie MEXaHUCTUYECKYI0 MOJENb pacyeTa TPeX COCTABJISIOIIMX MOJBUKHOCTH B CyCcTaBax
MO3BOHOYHMKA, 00Pa30BaHHBIX MEXITO3BOHKOBBIMU JTUCKaMH. JIJis KaXkKJI0M U3 UTOTOBBIX (OpMYIT
OBLJIO TTPOBEPEHO OO0JIee YEM HECKOJIBKO JECSITKOB albTEPHATUBHBIX BapUaHTOB. ABTOPOM ObLIH
u3yudeHbl U u3MepeHsl 0onee 200 CKeneToB COBPEMEHHBIX MapHO- U HEMAPHOKOMBITHBIX. bbuin
caenanbl pororpadur MO3BOHOUYHBIX CTOJOOB y Oosee ueM S0 BUI0B KOMBITHBIX. [ToMuMo paboTh
C MY3€HHBIM MaTepHajoM B XOJ€ BBIMOJIHEHUS MCCIICIOBAHUS aBTOP JIMYHO BBIKOTAJ OJIUH M3
U3YUYCHHBIX CKeJIETOB 0e10ro Hocopora.

Hayuynasi wHoBu3Ha. B pe3ynbrare mnpoBeleHHOW paboTel Oblla 00OCHOBaHA
MEXaHUCTHYECKasi MOJEIIb, KOTOpPast TO3BOJIIET U3y4aTh BCE TPH COCTABJISAIONINE IMOABUKHOCTH B
ME)XIO3BOHKOBOM CYyCTaBe: CaruTTajbHYI0 THUOKOCTb, JaTepajibHyl0 THOKOCTH U OCEBOE
ckpyuuBaHue. Pa3paboranHas monenb Oblla OTKaaMOpOBaHA IO JaHHBIM pacloiaraeMou
MOJIBM’KHOCTH B MEXXIO3BOHKOBBIX CYCTaBaX, COEAMHEHHBIX MEKIIO3BOHKOBBIMHU JIUCKAMU,
MOJIYYeHHOM Ha CHHJIECMOJIOTHYECKHX Tpenaparax. [{nsg kamuOpoBku Momenu  ObUd

WCIIOJIb30BaHbl HanWOoJiee TOYHBICE MOJETbHBIE JIaHHBIE U3 MyOJUKalUMid METUITMHCKUX
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UCCJIEJIOBAHUN CKEJIETHO-CBSI30YHBIX MPENaparoB IMO3BOHOYHOIO CTOJ0a MAapHOKOMBITHBIX U
yenoBeka. [IpeacraBieHHas MOAENb MOAXOAUT JJIsi U3YUYEHHUSI IIMPOKOTO KPyra COBPEMEHHBIX U
MCKOMIAEMBIX MJICKOTIUTAIOIIUX U HE UMEET aHAJIOTOB.

[TonmyueHHsle  pe3yapTaThl MO  MEXKIO3BOHKOBOM  IMOABMXKHOCTM Yy MapHO- U
HEMAPHOKOIBITHBIX SIBJISIFOTCS [IEPBBIMH IIUPOKOMACIITAOHBIMU, 0030PHBIMU UCCIIEJOBAHUSIMH 110
HaHHOﬁ TEMATUKE IJI1 MIJICKOIIUTAKOIIINX. BnepBHe GBIHI/I OLICHCHBbI 6I/IOMCX21HI/I‘-ICCKI/IG pasiiniuAa
B MOABMIKHOCTU  PA3JIMYHBIX OTACIIOB CIIMHBI BO BCEX COBPCMCHHBIX ceMencTBax
HEMapHOKOIBITHBIX M HAa3€MHBIX MapHOKOMBITHBIX. [lodydeHHbIe pa3nuuus ObUIM OLIEHEHBHI B
KOHTEKCTE pa3MepoB M IMPOMOPLUHN Tela, a Takke JOKOMOTOpHOH creuupuku. Brnepsoie Oblia
MOCTPOCHA MOJIENb PETPECCUM MEXKTY MOABMKHOCTHIO B TO3BOHOUYHUKE U MACCOM TeJa )KUBOTHBIX.
brina npoBeneHa paszziesibHas OLICHKA BIMSHUS Pa3MEpOB Tella U JJOKOMOTOPHOM crieliMpuKu HA
ME)KITIO3BOHKOBYIO IMO/IBI>KHOCTb. BBIITO TOKa3aHO, YTO MOJIBUYKHOCTH TO3BOHOUHUKA Y HEKOTOPBIX
MEJIKUX MMApHOKOMBITHBIX SIBISIETCS COMOCTAaBUMON C COBPEMEHHBIMH XWIHUKAMHU, KOTOPBIX
TPAAUIUOHHO IIPOTUBOIIOCTABIIAOT C ITAPHOKOIBITHBIMU KaK [[OpCOMO6I/IJII)HI>IX IIPOTUB
IlOpCOCTa6I/IJH)HI)IX JKHUBOTHBIX. HOKa?,aHO, qTo IlOpCOCTa6I/IJII>HOCTI) ABJIICTCA BTOPHUYHO
BO3HUKIIEH OCOOEGHHOCTBbIO IAapHOKOMBITHBIX, KOTOpas CBs3aHA C AJJIOMETPUYECKUM
YBEIMYEHUEM TeJa, C OAHOW CTOPOHBI, U TMEPEXOAOM K BHIHOCIMBOMY O€ry Ha OTKPBITHIX
MPOCTPAHCTBAaX, C JApyro. bmuU1o mMoka3aHo, YTO AOPCOCTAOMIBHOCTH BCEX COBPEMEHHBIX
HCIMIAPHOKOIIBITHBIX BBIIIC, Y€M Y IAPHOKOIIBITHBIX, HNPHUYCM 3Ta CHGHI/I(l)I/IKa HE3aBUCHUMO
BO3HMKJIa BO BCE€X TPEX CEMEWCTBAX HEMApPHOKOIBITHBIX B XOJE SBOJIOLMHU. bbula mosydyeHa
nepBasi KOJMYECTBEHHAs] OLIEHKA IMOABM)KHOCTH II03BOHOYHHMKA Yy MEJKHX MaJeOreHOBBIX
MIPEAKOBBIX (POPM HEMAPHOKOIIBITHBIX.

TeopeTnueckas U MpaKTU4YecKas 3HAYUMOCTb. PazpaboTaHa MeXxaHHCTHYECKAsT MOJICIIb,
KOTOpasi TO3BOJNSIET JIIOOOMY HCCIEAOBATENI0 MPOBOAWTH HW3YYEHHE MEXKIIO3BOHKOBOU
MOJIBM’)KHOCTH Y IIMPOKOTO KpPyra COBPEMEHHBIX M MCKOMAEMbIX MIIEKOMUTAKOMUX. bbuin
IMOJIy4YCHBI HOBBIC 3HAHUA O OHnoMexaHuKe JIOKOMOTOPHOI'O arIapara KOIIBITHBIX. PG3YJ'IBTaTBI
I[aHHOI\/JI pa6OTBI MOTYT OLITh HCIIOJIL30BAaHLEI B KAueCTBE CpaBHHTeHBHOﬁ 0a3el JAaHHBIX 151
M3y4YEeHUS JIOKOMOTOPHOI'O anmapara COBPEMEHHBIX U MCKOMAEMbIX MJIEKOIMUTAIOIINX U3 Pa3HbIX
oTpsnoB. [lonydeHHbIe pe3ynbTaThl MOTYT OBITH MCIIOJIB30BaHbI B YYEOHBIX Kypcax M0 300JI0THH
Y TIAJIE0300JIOTUM TIO3BOHOYHBIX, a TAKKE B HAYYHO-NOMYJISIPHON JINTEPAType U KOMIIBIOTEPHBIX
PEKOHCTPYKIMSIX JBHKEHUM.

OcHoBHBIE 3aIIMIIIaeMble T0JI0KEHU S

1. OOocHOBaHa BalMJHOCTh MEXAHHCTUYECKOW MOJENU MJig pacdeTa BCEX Tpex
COCTaBJIAOIIINX MEKITO3BOHKOBOM IMMOABMKHOCTHU B CyCTaBaX, COCAMHCHHBIX MCKITO3BOHKOBBIMU

JTUCKaMH.



2. T'eomeTpusi CyCTaBOB COUJIEHOBHBIX OTPOCTKOB (3UTano(u30B) HAIIPSMYIO B3aUMOCBsI3aHa
C TIOIBIYKHOCTBIO TO3BOHOYHOTO CTOJI0a U sIBIIsIETCsI 00Jiee BaXKHBIM MPEAUKTOPOM OMOMEXaHUKU
CIIUHBI, YeM HAJIMYMe WA OTCYTCTBHE CBOOOIHBIX pedep.

3. YyiMHeHue 11ed HaXOUTCS Y KOIMBITHBIX BO B3aUMOCBSI3H C YBEJIIMYEHHEM €€ THOKOCTH B
TOPU30HTANIBHOM M CAarMTTaJbHOW IUIOCKOCTSAX M, B HEKOTOPBIX CIy4asiX, CO CABUIOM T'PaHUIIbI
MEXY 3Uranogu3amMy HEHHOTO M TYJTOBUIIIHOTO THITA HA OJIMH CyCTaB Ha3ajl.

4. BO3HUKHOBEHME TaHI'€HLIMAJIbHOIO TUIIA CyCTABOB MEX/1y COWIEHOBHBIMU OTPOCTKaMH B
TPYOJHOM OTHENe y MIICKONHUTAIOMIUX CBS3aHO HE C CaruTTajbHOM THOKOCTBIO CIIHHBI,
MCIIOJIb3YEMOM MPH Tajiolie, a ¢ OCEBBIM CKPYYHMBAaHUEM, HEOOXOAUMBIM, B MIEPBYIO OUYEPEb, IPU
MaHEBPUPOBAHUH.

5. OCHOBHBIM THUIIOM TOABM)KHOCTH B IOSICHUYHOM OTJAEJE SBISETCS CaruTTalbHas
THOKOCTh, pa3Max W3MEHYMBOCTH KOTOPOW Yy KONBITHBIX KpalHE BEJHK; €€ BeJIMYMHA
OmpesenseTcss ABYMs OCHOBHBIMH MPEIUKTOpAMU — pa3MepamMu Tella U JOKOMOTOPHOM
cnenn (UKol KOHKPETHOTO BU/IA.

6. OT1enbl NO3BOHOYHUKA KOIIBITHBIX aJJalITUPOBAHBI K BBIITOJIHEHUIO PA3JIMYHBIX (PYHKIUH,
pa3iuuus B rpaHulax (pyHKIHMOHAIBHBIX OJOKOB MO3BOHOYHHKA HAXOASTCS BO B3aUMOCBSI3U C
o0OpasoM xu3HH U popmoii Oera.

7. CoBpeMeHHbIE IMapHOKOIBITHBIE NpeacTaBieHbl B TepmuHax ILII. I'ambapsna kak
JIOpCOCTaOUIBHBIMU, TaK U JOPCOMOOUIIBHBIMU (pOpMaMu, ypOBEHb TMOKOCTH MOSICHHUIIBI IPU
raJIone y KOTOPBIX HE YCTYIAET XULTHBIM.

8. Bce coBpeMeHHbIe HETaPHOKOIBITHBIE ABJISIOTCS 1I0PCOCTA0MIIBHBIMU OETyHaMU, IpUYeM
JIOPCOCTa0MIBHOCTD BO BCEX TPEX CEMEMCTBAX SIBISIETCS HE3aBUCHUMO BO3HUKILIUM COCTOSIHUEM.

[Myonukauum u anpodanusi padorbl. Ilo pesynpraraMm uccienoBaHUs OIYOIMKOBAHO
YeThIpe CTAaThbHU B PELICH3UPYEMBbIX HAayUHbIX U3AaHUSAX, HHAEKCUPYEMBIX B 0a3ax naHHbIX WOS,
Scopus. [IpenBapuTenbHble pe3yabTaThl aHAIN3a CarUTTAIBHOW MOJBUKHOCTH ITO3BOHOYHHMKA Y
HENapHOKOIBITHBIX IPEICTaBICHbl B BUJE TE3HCOB M JIOKJIAJa, KOTOPHIM MOJy4HUJ NMPHU3 Kak
JTY4ITUN JOKJIaa Ha CeKIMH "300J10THs MO3BOHOUHBIX " KOH(pepeHnn «JlomoHocoB 2018».

Crpyktypa u o0beM paborbl. [IpencraBnenHas paborta HamucaHa Ha 182 crpaHuIax,
COCTOUT W3 BBEIEHHS, YETHIPEX IJIaB, 3aKJIOUYEHUS, BBIBOJIOB, M MNpWiIokeHus. B pabote
CONepXUTCsT 37 TEKCTOBBIX PUCYHKOB, 28 TEKCTOBBIX TaOmuil, OuOIMOrpaduyecKuil CIHUCOK
BKJItOYaeT 163 ucTouHmka, n3 KOTopbix 146 Ha MHOCTPAHHBIX SA3BIKAX.

BaaronapHocTn. ABTOp BbIpaxaeT IIIyOOKyl0 OJarogapHOCTh CBOEMY HAyYHOMY
pykoBonutento A.H. Kysneuony (Ilaneontonornyeckuit uactutyt PAH) 3a GecunciieHHble 4achl
COBMECTHON pabOThl HaJl UCCIEJOBAHUSIMH, KOHCYJIbTAIIUK U OOCYXKIEHUSI, KPUTUKY U COBETHI,

HIMPOTY B3IVISIIOB M HEOOXOIMMYIO JIMTEPATYPY, BCKPBITUS M YPOKH MO aHATOMHH YKUBOTHBIX.
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ABTOp Onmarogaput cBoero 6eccMeHHoro coaBropa B uccienoanusx H.E. Tpunenckyro (U129
PAH) 3a ee ynpsMCTBO U IPUHIMIIHAAIBHOCTD, IOMOILL B 00paboTKe Marepuasa, TOJITUe Yachl
packKorok, 3amMepoB, 3D CKaHMpPOBaHUS, CHATHUSA CIIETKOB, NOATOTOBKHM aHIUIM(OB, U IEepeHoca
TSKENBIX KOCTEH.

ABTop OnaromapeH cBoeMy InepBomMy HaydHomy pykoBonutento T.B. Ky3nenosoit (kadenpa
NAJICOHTOJIOTHH Teojorudeckoro ¢axynsrera MI'Y) 3a ee TeprneHue M KPHUTHKY, IICHHBIC
PEKOMEH/IALMYM W HAcTaBJIEHWE B caMOM Hauaje HayyHoro nytu, A.K. AramxkaHsHy 3a ero

HAaCTaBJICHUA W PEKOMCHAAIWH, KOTOPBLIC IPHUBEIN aBTOpa K H3YUCHHUIO OHMOMEXaHHUKH. ABTOp

onaromapen [U.C. Bapckoy,| A.C. AllekceeBy M BCEM COTPYAHHKAM Ka(eapbl MaleOHTOJIOTHH

MI'Y, a takxe B.B. [llaxnapoHOBY 1 BceM COTpyIHHKaM Kadeapbl 300I0TUH TTO3BOHOUYHBIX MI'Y
3a [IEHHBIC 3HAHUS M YMEHUs, 0€3 KOTOPBIX JaHHas paboTa Oblia ObI HEBO3ZMOXKHOM.

ABTOp OnarofjapeH COTpyIHHMKAM MHOTOYHMCICHHBIX MY3€€B U MHCTUTYTOB, B KOTOPBIX OH
u3yyan Marepuan: A.Jl. JIunkosuuy 1 BceMy KoJUIeKTUBY PocToBckoro-Ha-JloHy 300mapka, A.A.
JIucosckomy, E.B. O6onenckoii, C.B. Kpyckomny, H.H. Cnacckoii u C.B. BonkoBy (3oomoruueckwii
myseit MI'Y), I®. bapeimnukoBy, E.A. IlerpoBoii m M.B. Cabmuny (3UH PAH), A.b.
Capuneuxomy (MIIDD PAH), I'I. Boeckopory (MTTABM CO PAH), C.B. JlpoOsblieBckomy
(xadenpa antpomnonorun MI'Y), M.A. CraponybueBoit u B.b. bacoBoii (I'ocymapcTBeHHBIN
I'eonoruueckuit Myseii um. B. Y. Bepnanckoro), E.M. Ilepsymosy, B.b. Cenbuepy, A.C. Jlamuny
(PernonansnoMm Mmy3ee 3emiieBereHusi CapaToBCKOrO TocCylapCTBEHHOro yHuBepcutera), A.K.
[IBbIpeBoii (CTaBpOIOIBCKUM rocyqapCcTBEHHBIM My3eli-3anoBenHuk um I. H. IIpo3purenesa n
['K. Ilpase), H.I1. CyneiimanoBoii (ITyraueBckoii kpaeBequeckuii myseit um. K.M. XKypasnesa),
N.B. Kupminosoit (My3seit «JlennukoBsiii nepuony»), A. bubny (My3eil ecTecTBEHHON HCTOpUU
Bennr), 3. I'miccony (Koponesckuit myseit Llentpansaoit Agpuxu), C. Hanman u C. MeiameHT

(My3eii ectecTBeHHOM ncropuu JIonaoHa).

ABTOp HCTIBITBIBAET Ty6OKyl0 TpusHaTenbHocTh [[LI1. TamGapsuy| 3a ero Gecrienubie

KOHCYJbTAllUM M ONIECTAIINE HCCIEIOBAaHMSI MO MHUOJIOTUHM M JIOKOMOLMHU MJIEKOTIHUTAOLINX,
KOTOpbIE JIE[IM B OCHOBY IPOBEIEHHOW paboThl, a Takxke OnarogapuT cBoux Komier A.A.
[Tanrotuny, H.B. KprokoBy, B.A. Maxkaposa, U.b. ConnaroBy, E.I. Iloranoy, 10.®. lBnesa
(UII95 PAH), A.C. Tecaxosa, IL.I1. Hukonbckyro, H.I. 3BeppkoBa (I'MH PAH), B.B. TuroBa
(FOHL] PAH) 3a BCecCTOPOHHIOIO IIOMOIIb B HMCCIENIOBAaHUSAX M TNPOAYKTHBHBIE Hay4YHbIE
JTUCKYCCHU.

OtnenbHyto 61arofapHOCTh aBTOp BbIpaxkaeT cBoei Mmame O.1O. Benseoii 3a nmpuBUTYIO
CTpacTh K HayKe U Bcel CBOEH ceMbe 3a MOAJIEPKKY BO Bpemst paboTbl. ABTop Omaromaput A.1O.

BapaHOBa 3a HCOUCHHMYIO IMOMOIIb B pPAaCKOIKax CKEJICTa oenoro HOCOpora M BCEX KOJLICT,

11



JTaBEPOB U CTYJECHTOB, Y4aCTBOBABIIIMX B PACKOIKax B capaToBckoM [loBoimkbe. Hakonelr, aBTop
npusHareneH A.B. McaeBoii 3a ee OECKOHEUHYIO MATKOCTb U JTOOPOTY.

[TpoBeneHHbIe Uccnen0BaHNs ObLTH OCYIIECTBICHBI IPU (PUHAHCOBOM MOAJEPKKE TPAHTOB
PODOU (mpoext 18-04-01301-a; «MopdodyHKITMOHATHFHOE MOACIMPOBAHNE KOCTHO-MYCKYIIHHOM
CUCTEMBbI [T03BOHOYHBIX: PEIICHUE CTPYKTYPHBIX, (DYHKIMOHAIBHBIX U BOJIIOIMOHHBIX 3a/1au»;
(mpoekt 20-04-00357-a «M3MeHeHue MIOCKOCTEH pabOThl KOHEYHOCTEW W TMO3BOHOYHHKA B
IBOJIIOLIMM JIOKOMOTOPHOIrO anmapara wiekonutaromux») u PH® (mpoekr 22-24-00885
«Mop¢dodyHKkImoHaTbHBIE ~ OCHOBBI  QaNTUBHBIX  IPEoOpa3oBaHUIl  OCEBOrO  CKelleTa

HOSBOHO‘{HBIX»).
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IUIABA 1. IO3BOHOYHBIN CTOJB: OTAEJIbI, TUIIbI
CYCTABOB, I1IOAXO/JbI K U3YYEHUIO
MEKITO3BOHKOBOM IOJBUKHOCTH

1.1 OTaesansl MO3BOHOYHOIO CT0JI0A
TTo3BOHOUYHEIN CTONO fABIAETCA Oa3ucoM Tejia I JEOOTr0 IMO3BOHOYHOIO KUBOTHOIO.

Mopdomnorusi T03BOHKOB MpU ABUKEHUU BAOJb CIIUHBI OT TOJOBHI B CTOPOHY XBOCTa Y aMHHOT
CYILIECTBEHHO MEHSETCs. OJTH pa3iuuus CBSI3aHbl C HM3MEHEHHEeM (OpMBbI Tel IMO3BOHKOB,
MOP(OJIOTHH OTPOCTKOB M CYCTaBHBIX OBEPXHOCTEH. [ pyNIIbI TO3BOHKOB, MOP(OIOTHUs KOTOPHIX
0oJiee TOMOTEHHA APYT OTHOCUTEIBHO IPYTa TPAJUIIMOHHO OOBEINHSIOTCS B PA3JINYHbIC OT/CIBI.
VYixe y pbl0 MO3BOHOYHUK JICIUTCS HA TYJTOBUIIHBIA M XBOCTOBOM OT/EIbI, MOCIEIHHUI U3 KOTOPHIX
BBIJICTISIETCS 110 HAJTMYMIO y TTO3BOHKOB reMaiibHbIX OyT (Pomep u [lapconc, 1992). Knaccuueckum
KpUTEPHEM Il OObeIMHEHHSI TO3BOHKOB B OTAEIIBI Y aMHHOT BBICTYTIAET pa3BUTHE pedep.

YV MJIEKOIHUTAIOUINX TO3BOHOYHBIN CTOJIO TPAAUIIMOHHO BKITIOYAET ISATH OTJEIIOB: IICHHBIMH,
TPYIHON, TOSCHUYHBINA, KPECTIOBBI M XBOCTOBOH. Y IIEHHBIX MO3BOHKOB pedpa SBISIOTCS
rieBpanou3amMu, TpyaHble pedpa SBISIOTCS OTACIbHBIMU KOCTAMHU U HE CpacTaloTcs C
MIO3BOHKaMH, a KpECTLOBBIE pedpa SBISIIOTCS OCHOBAHMEM /ISl KPECTLIOBO-IOAB3OLIHOIO
cpamenus (Pomep u [Mapconc, 1992; Filler, 2007; Puc. 1). B mosicHuaHOM OT/IEJIe TTO3BOHOYHHKA
y HEMAapPHOKOIBITHBIX pedpa cpacTaroTcs C MONEPEYHBIMU OTPOCTKAMU TO3BOHKOB, B TO BPEMS KaK
y TapHOKONBITHBIX M OONBIIMHCTBA MiekonuTaromux pedpa orcyrctBytor (Filler, 2007).
[T03BOHKM pa3IUYHBIX OTAEJIOB MPHUHATO 0003HA4YaTh codyeTaHueM OyKBEHHOIO CHMBOJA,
0003HayaroLero otTae, U Hudpsl, KOTopas 0003HaYaeT NOPAAKOBbINM HoMep (Hampumep, C7 ans
CeIbMOro LIEHHOro IMO3BOHKA). B maHHOM uccrienoBaHue OyayT HCIIONB30BAaThCS CIEAYIOIINE
ob6o3nauenusi: C (cervical) — mns meitnsix, T (thoracic) — mns rpyasbix, L (lumbar) — mns
MOSICHUYHBIX, S (sacral) — 11 KpeCTIOBBIX TO3BOHKOB.

Jpyrum kputepueM Jjs BBIJACJIECHUS OTAEJIOB MO3BOHOYHOTO CTOJIOA SIBIISIETCA CTPOEHUE
CYyCTaBOB MEXJIY COUICHOBHBIMU OTPOCTKaMH (TOCT- W Mpe3uranodusamu) JByX COCEIHHX
MO3BOHKOB. Y MJIEKONMMTAIONIMX TPAJUIMOHHO BBIJENAETCS JBa OCHOBHBIX THIA (HaceTOK
suranogpuzos (Virchow, 1907; Slijper, 1946): Panuansubie ¢acetku (radial facets, nanee Rf)
OpPUEHTUPOBAHBI KOCO K IMapacaruTTajlbHONW U (PPOHTAIBLHOM MIIOCKOCTSAM, TaKUM O0pa3oM, 4TO
IIPU CEYEHUHU B TPAHCBEPCAIBbHOM MJIOCKOCTH CyCTaBHasl LIEJb UMEET BUJI MOJIOBUHKH OYKBBI V.
Tanrenmnmaneueie dacetku (tangential facets, nanee Tf). PaquanbHble cycTaBbl MPUCYTCTBYIOT B
meitHoM otaene (Puc. 1B, Puc. 2B). B Hauane rpynnoro ornena Rf tun cmensiercs Tf tumom
cycraBoB (Puc. 1 1, 1, Puc. 2r) 6iau3ku Kk GpOHTaIBHON TUIOCKOCTH, TAKHM 00pa3oM, CycTaBHAas
mIedb MPU CEYEHWHU B TPAHCBEPCAIBHOM IUIOCKOCTH HMEET BHU/I "B Tf CyCTaBax Mapsl

COYJICHOBHBIX (I)aCCTOK BI/IFaHO(I)I/ISOB HaxXoAATCA NPSAMO Ha HEBPAJIBHBIX AYyTraX IIO3BOHKOB, 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 (WEHHBINA, TPYIHON, MOACHUYHBIA M KPECTILOBBIM) M TUIBI CyCTaBHBIX
dacerok (paguansubie [Rf], Tanrennmansueie [Tf] 1 paguanpabie ¢ 3aMkoM [RfL]) mo3BoHOYHOTO
ctonba Ha nipumepe Tapirus bardii (ZMMU S-102033). Bun cneBa (a) u nopcanbHbiit Bug (0)
MO3BOHOYHMKA. Bu cnepean Ha pasnuuHble MO3BOHKU (B-e). M3 Belyaev et al.,, 2023 ¢
M3MEHEHUSIMU.

CHeNHaIbHBIX OTPOCTKAaX. B KaymaapbHON 9acTH TYJIOBHUIIHOW OOJACTH MO3BOHOYHHMKA (haCeTKH
3Urano(u30B CHOBA MEHSIOT OpHUEHTALUI0. TpaJUIIMOHHO CYMTACTCS, YTO CYCTaBbl IPHOOPETAIOT
CaruTTaJIbHYIO (BMecTO cyOropusoHTanbHoi B T THIIE) opueHTannIo 1 UMEIOT (OpMY MOJTOBUHKU
U npu cedyenun B TpancBepcasibHOM miockocTH (Puc. 2na; Slijper, 1946). D10 BepHO He 1l BCex
MJICKOTIUTAIOIINX, OIHAKO COOTBETCTBYET JIE€HCTBUTEIBHOCTH [UIi OOJBITMHCTBA KOITBITHBIX
(Filler, 2007). Ilomumo M3MeHEHUs OpHEHTAIMM (PACETOK B KaylaldbHOM 4YacTU TYIOBHIIHOTO
OT/eNa, CyCTaBbl 3Uranou30B MPUOOPETAIOT Y MHOTHX IAapPHOKOIBITHBIX JOMOJHHUTEIbHbIE
CTPYKTYpHI, Takue kak Ooptuku u “3amku’’ (Halpert et al., 1987). Iloatomy, momoOHbIE CyCTaBbI
OBLIO MpeAIoKEHO Ha3bIBaTh pagualibHbIMU (haceTkamu ¢ 3aMkoM (radial facets with a lock, nanee

RfL) (Ky3nenos u Tepemenko, 2010). Hymepanus cycTaBoB B TO3BOHOYHHKE B 3TOM pabore Oyner
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BECTHCh HENPEPBIBHO, 0€3 pa3feiabHON HyMepaluu MpH Mepexofe Mexay oraenaMu. [lepBbim
CyCTaBOM OyJEeT CUMTaTbCSl COWIEHEHHUE IEPBOrO0 M BTOPOTO WIEHHOIO MO3BOHKOB, BTOPHIM —
couneHenue C2-C3 u T.x.

[Tepexonnsiit mozBoHok ¢ Tf npesuranoduszamu u RfL nmocr3uranopuzamu TpaauLnOHHO
Ha3bIBaOT AMadparMajbHbIM O3BOHKOM. TakuM oOpa3omM, otaen Tf cycTtaBoB 10/KEH B TEOpUU
COOTBETCTBOBATH peAinadparMaibHON YaCcTH TYJIOBHITHON 001aCTH O3BOHOYHHUKA, a oTAen RfL
cyctaBoB noctanadparmanbHoit yactu (Slijper, 1946). Ognako, TepmuH "auadparmManbHbeIid" s
IEPEeXOAHOI0 MO3BOHKA HA CaMOM Jiejie sIBisieTcst oOMaH4uuBbIM. Hampumep, y npenapupoBaHHOM
Hamu OBIIbI (OVis aries) IEPEXOAHBIM ITO3BOHKOM ObLT orHHAAIATHIN rpyaHoi (T11), B To Bpems
Kak NOosiCHIUYHAs yacTh Auadparmsl npoxonuna uepe3 T12, T13 u L1, u kpenunacs k L2 (Belyaev
et al., 20216).

['panuibl MeXly OTJeIaMH T03BOHOYHMKA, BBIJIENIIEMBIMU 110 Pa3BUTHIO pedep U 10 TUIam
CYCTaBOB MEX[Y COYJICHOBHBIMU OTPOCTKaMH, allpuOpH HE MOTYT COBMAJarh APYI C JAPYIOM,
IIOCKOJIbKY I€pBasi KaTeropusalys BKJIIOYAeT MO3BOHKH, a BTOpasl CyCTaBbl, YTO IPUBOAUT K
CABUTY KaK MUHHUMYM B MOJMNO3BOHKA. Jlydile BCEro COOTBETCTBYIOT APYr APYry TpaHUIIbI
meitHoro u Rf ornenos. Tak miedHbIA OTAEN Yy MICKONUTAOLMX 32 PEIKUMHU UCKIIOUCHUSIMU
BKJIt0o4aeT poBHO 7 mo3BoHKOB (Narita & Kuratani, 2005). Ilepeeim Rf cyctaBom sBnsieTcs
COWJICHEHHE BTOPOTO M TPETHEro MIEeHHbIX M03BOHKOB (Puc. 1 a-0, 2 a-0). Ilepexox mexay Rf u Tf
TUIIOM CyCTaBOB 00bIYHO mpoucxoaut Ha T1 (Puc. 2), HO HHOTAA HAXOAUTCS HA OIUH MO3BOHOK
kaynanpHee Ha T2 (Puc. 1). Takum oOpa3zom, /u1st konmbITHBIX cycTtaB T1-T2 saBnsierca mepBoii
nepexooHouU 30HOM, B KOTOPOI MOTYT ObITh npeacTaBieHsl kak Rf, Tak u Tt 3uranodussl. [lepexon
mexay Tf u RfL THIioM cycTaBOB y KOIIBITHBIX OYE€Hb BapUATUBEH. Y TIAPHOKOIIBITHBIX OH BCET/Ia
IIPOUCXOUT BIEPEAN OTHOCUTEIBHO IPaHUIIBI TPYIHOTO U MossicCHUYHOrO oTeoB (Belyaev et al.,
2021a, 6; Puc. 2). Y HenmapHOKOIBITHBIX MOXKET IPOUCXOJUTh CYIIECTBEHHO 03311 3TOU IPaHUIIbI
(Belyaev et al., 2023; Puc. 1). COOTBETCTBEHHO KO BTOPOMY nepexooHoM)y OTAETY OTHOCHUTCS
CYIIECTBEHHO OOJIBIIEE YHCIIO CYyCTABOB, TAK Yy MAPHOKOIBITHEIX 3TO cycTaBhl ¢ 16™ mo 20" (Puc.
2). DTO 03HaYaET, YTO NEePEXOHBIM 03BOHKOM ¢ Tf mpesuranopuzamu u RfL nocruranopuzamu
MOJKET OBITH JT1000# M03BOHOK B auanasone ot T9 no T14. CoorsercTBenHo 15 cycras sBnsercs
TIOCIIEIHUM, JIJISl KOTOPOTO Y BCEX MapHOKOMBITHBIX XapakTepen Tf Tvn suranogusos, a 21" cycras
— TIEPBBIM, JIJIsI KOTOPOTO XapakTepeH Toiabko RfL tum (cm. Puc. 2). V HemapHOKOMBITHBIX CaMBbIit
KpaHuanbHbIi nepexon Mexay Tf u RfL cycraBamu pacnonoxeHn 3amMeTHO KayaaibHee, B 23V

cycraBe, a camblii KaynanbHbid 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 — Otaensl (1IEHHBIN, TPyJHON, MOSCHUYHBIN U KpecTHOBBIN) U TUllbl cycTaBoB (Rf, T
u RfL) no3zBoHouHoro cronba Ovis aries (ZMMU S-102061). Bun cnesa (a) U JopcaibHbIN BUJT
(6) mo3BoHouHuKa. Bun cnepenu Ha pasnuuHbie 03BOHKH (B-1). M3 Belyaev et al., 20216 ¢
U3MEHECHUSIMU.

B or10i pabote, roBopsi O MOIBMKHOCTH IIEHHOTo OTAena, OylAeT HMMETbCi B BUAY
NOJABMKHOCTh B craHAapTHeIX Rf cycraBax (C2-C7) mien, a Takke cycTaBe MEXAy Lieed U
tynoBuiieM (C7-T1). Ilom mNOABMKHOCTEIO B TOSCHUYHOM OTAeNe OydeT MOHUMAThCS
MOJBMKHOCTb MEX/y IMOCJIEIHUM T'PYIHBIM U NIEPBBIM MOSCHUYHBIM MIO3BOHKAMH, & TAK)KE BCEMU
BHYTPUIIOSICHUYHBIMH ~ cycTaBamMu. [log MOIBMKHOCTBIO B TpyAHOM otTaene  Oyner
MOJPa3yMeBaThCsl MOJIBUKHOCTh BO BHYTPUTPYAHBIX CyCTaBaX.

IlonBoast KpaTkui WTOI, INPEAKPECTLHOBBIA OTACN IO3BOHOYHMKA Y MIICKONMTAIOLIUX
COCTOUT U3 TPEX OTJENOB, BBIACIAEMBIX 110 Pa3BUTHIO pedep (LIeHHBIH, rPpyaHOM, MOSICHUYHBII),

U TPEX OTJIEJIOB, BBIJICTSIEMBIX 110 TUTIAaM COYJICHOBHBIX OTPOCTKOB cycTaBoB (Rf, TT, RfL).
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1.2 Tunbl cycTaBOB MeKAY TeJIaMU MO3BOHKOB
y COBpeMeHHBIX AMHHUOT CyIJ_IGCTByCT ABa OCHOBHBIX THIIA MECKIIO3BOHKOBBIX CyCTaBOB —

CyCTaBbl, COCJIMHCHHBIC MEKIIO3BOHKOBEIMU JIUCKAMH U COCAMHCHHBIC CHHOBUATHHBIMU
nuaptpo3amu. [lepBelif TUIT CyCcTaBOB SIBJISETCS apXauyHbIM, OH ObUI IMPEJCTABIICH y IIUPOKOTO
Kpyra uckonaeMbix perntuiuid (Wintrich et al., 2020), u BctpedyaeTcs B HacTosIIIEe BPEMs TOJIBKO
y MIJICKOMUTAIOMNX. B cycTaBe ¢ MEKIMO3BOHKOBBIMH JUCKAMU MEXAY TelIaMHU ABYX COCETHUX
MO3BOHKOB PACIOJIOKEH OCTAaTOK HOTOXOP/A, HA3bIBAEMBIN ITyJIBIO3HBIM SiApOM (nucleus
pulposus). DTO AIpo CIOCOOHO K CYIIECTBEHHOH aepopMalii BO BpeMsi IBUXKCHHUS U
VIEPKUBAETCSI HA CBOEM MECTE C MOMOIIBI0 BOJOKOH IJIOTHOTO (UOPO3HOrO (BOJOKHHCTOTO)
konbla (annulus fibrosus) (Puc. 3a; Knmumos u Axaesckuii, 2003; Filler, 2007). CsoeobOpa3zHoe
CTPOCHHE JMCKOB JIENIAeT UX OJHOBPEMEHHO MPOKIIAAKON (TENO MyJIBIO3HOTO SIpa) M MPOYHOM
CBSI3KOHM (BOJIOKHA (hUOPO3HOTO KOJbIA) MEXKAY Tenamu mo3BoHKOB (Puc. 3 a, 6). Ilpu Takom
COEIMHEHUH TT03BOHKOB OCh BPAILIEHHUs B CyCTaBe He (PUKCHPOBAaHA B KAKOM-TO OJIHOM KOHKPETHOM
MeCTe, KaK B CHHOBHAJIbHBIX CYCTaBax, a SBJISIETCS IJIABAIOLICH BHYTPU MEKIIO3BOHKOBOTO JIMCKa
(Qiu et al., 2003, 2006; Schmidt et al., 2008). CuHOBHAJIEHBIC CYCTaBbI MPEACTABICHBI Y BCEX
OCTAJIHBIX COBPEMEHHBIX aMHHUOT. Tella ABYX COCETHUX IMO3BOHKOB B TAKOM THIIC COWICHECHUI
COeIMHEHBl MO TUIly IIapoBuaHoro coenunenusi (ball-and-socket joint), obe cycTtaBHBIE
MOBEPXHOCTU TIOKPBITHl CKOJIB3KUM CYCTaBHBIM XPSIIOM, MEXIYy KOTOPBIMH HAaxOIUTCS
cuHoBHaNbHas )uakocTh (Winchester, 1978). B Takom cycraBe 1ieHTp BpalieHus 3a(pUKCHPOBaH
OTHOCHUTEIJIBHO IIEHTpa KpUBU3HBI BbIMykKJoro tena mno3BoHka (Puc. 3 B; Filler, 2007). Crout
OTMETHUTH, UYTO JaXXe€ y MIIEKOMUTAIOIIUX CYCTaB MEX]y amIaHTOM U »mHcTpodeeM mpuoldpen

CHMHOBHAJIBHOC CTPOCHHUC.

nynbnosHoe
A0p0o

!

e
dnbposHoe KonbLo

Puc. 3. CycraBbl ¢ MEXIO3BOHKOBBIMHU JHMCKaMU (a, 0) U CHHOBHAJIBHBIMU AUAPTPO3aMU (B).
MeX103BOHKOBBIN JHCK 4YeloBeka B Buje crepeau (a) m cooky (6) mo ®d. Herrepy (2003) ¢
u3MeHeHns M. CycTaB MeXIy IISATBIM WM IIeCTHIM IISHHBIM TMO3BOHKOM raBuana (B) mo P.
Marcymoro u kosuteram (Matsumoto et al., 2022) ¢ n3MEeHEHUSIMH.

17



bruomexannka CHHOBHAJIBHBIX U JUCKOBBIX CYCTAaBOB CYHICCTBCHHO pPa3jndacTCs. B

IPOBEACHHOMN Da6OTC 6VI[CT peAcTaBlIcHa MOACb JJIs pacueTa MESKIIO3BOHKOBON HOABMXKHOCTH

JUISL CYCTaBOB, COSANMHEHHBIX MEXKII03BOHKOBEIMH uckamu (Belyaev et al., 2021a).

1.3 CocTaBasiioniue Me:Kmo3BOHKOBOH MOABUKHOCTH
MG)KHO?;BOHKOBBIC CYCTaBBI SABJIIAIOTCA MHOI'OOCHBIMH, TO €CTb CHOC06HLI K CB06OI[HOMy

JBIKEHUIO B pa3inuHbIX M1ockocTax (KnumoB u Akaesckuid, 2003). Jlonaroe BpeMeHU ABUKECHUE
B CyCTaBax M3MEpPsUIOCh OTAEIbHO B KaXKA0H U3 TpeX OPTOrOHaJIbHBIX IIockocTel (cM. White &
Panjabi, 1990) u Bce MHOr00Opa3ue BO3MOKHBIX IBHKCHHH CBOAMIIOCH K TPEM UCaTbHBIM THIIAM
JBYDKEHUI: caruTTainbHoi rudkoctu (sagittal bending [SB]; Puc. 4 a-B), narepanbHoil THOKOCTH
(lateral bending [LB] ; Puc. 4 r-e) u oceBomy ckpyunBanuio (axial rotation [AR]; Puc. 4 x-n).

Takum oOpaszoM, paznuunbie creneHu cBoOonsl (Degree of Freedom [DoF]) mzyuanuce
pas3zenbHO, C IIOMOLIBIO 3aMEpPOB OT 3apaHee OINPEAETICHHOI0 HEWTPAJIbHOIO IOJOXKEHHUS.
KomMOuHUpOBaHHbBIE JABIKCHHUS MEXAY PA3IMYHBIMUA COCTABISIONIMMHU TTOIBHKHOCTH OBLIN
IIPEJICTaBJICHbI B OCHOBHOM B aHaTOMHYECKUX amiacax. OJHAKO B MOCIIEIHNE HECKOJIBKO JIET OBLIO
IPOBENIEHO Cpa3y HECKOJIBKO in Vitro UCCIeJOBaHUI 0 KOMOMHMPOBaHHBIX IBHXKeHUAX (Range of
Motion, pmanee ROM) B cycraBax. Hanpumep, cungecmonoruueckuii ROM  ans
KOMOMHUPOBAHHOTO CrHOaHMSI-pa3THOaHus W aJAyKIUU-aOIyKIMH B IUIEYEBOM CycTaBe ObLI
u3ydeHn ansi nerydedd mpimu (Panyutina et al, 2013). Cpenun nambosiee METONOIOTHYECKH
NPOJIBUHYTHIX in Vitro WUCCIeAOBaHUM KOMOMHUpPOBaHHBIX ROM MOXHO OTMETHTh HeJaBHHE
uccnenoBanus meu uuaeiiku (Kambic et al., 2017) u nepeaneit koneunoct exuab! (Regnault et
al., 2021). KomOuHMpOBaHHbBIE JBHKEHHS B CyCTaB€ HHTEPECHBI TE€M, YTO OHHM 4YacTo
UCTIONB3YIOTCSI )KUBOTHBIMHU H, CJIEIOBAaTENILHO, B3aMMO3aBUCHMOCTH MeXay ROM B pa3nuyHbIx
DoF MoryT ObITh BaXXHOM XapaKTEePUCTHKOM MOJBHKHOCTH.

OnHako TMpU  HUCCIEIOBAaHMM KOMOMHHMPOBAHHBIX  JIBIDKEHHH BO3HMKAIOT HOBBIE
METOJI0JIOTHUECKHE MPOOIEMbl, KOTOPhle MOXKHO NMPOUJUTIOCTPUPOBATh HA MPUMEPE TOJIBKO YTO
NPOIMTUPOBAHHBIX  paboT. Bo-mepBbIX, KOMOWHHPOBAHHOE JBIDKCHHE  BBITOJIHICTCS
HKCIIEPUMEHTATOPOM € TTOMOIIBI0 BepeBodek (Panyutina et al., 2013) wiu manouek (Kambic et al.,
2017; Regnault et al., 2021), npukperieHHbBIX K O0BEKTY. DTO MOXKET MPHUBECTH K TOMY, YTO
CyCTaBHBIE MOBEPXHOCTH OyIyT MEHEe TECHO COYJICHEHBI MO CPAaBHEHHIO C TEM IOJIOKEHHEM,
KOTOPO€ XapaKTEepPHO ISl JKMBBIX JKMBOTHBIX 3a CYET HANpsDKCHUS MBIl B pesymbrare,
npoueaypa MOXET JaBaTb HEKOTOPYIO JI€3apTHKY/SAIMIO CyCTaBOB, KOTopas BeleT K
nociuenymoomemMy 3aBbiieHnio  ROM. Bo-BTOpbIX, TOMOJHUTEIBHOE 3aBBIMICHHE AMIUIUTY/L
HOABIKHOCTH MOXKET MPOU30WTH M3-3a HCMOJNB30BAaHUS T€OMETPUUYECKUX MPUMHUTHBOB

(Harpumep, cdepbl) 11 UMUTALUK CTPYKTYPBI CyCTaBOB, KaK 3TO MMpou3ouuio B pabore Regnault
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Puc. 4. CocraBnsroniye MeKII03BOHKOBOH MOABMKHOCTU B cycTtaBe T2-T3 y uenoseka (KA 25).
HeiitpansHoe nonoxxenue i cOoKy (a), Bua ceepxy (T), Buj cepenu (k). BentpanbHas dnexcust
(6) u mopcanpHas skcteH3us (B). JlarepanbHoe crubanme BneBo (o) U BhpaBo (€). OceBoe
CKpYUYUBaHUE BIIEBO (3) U BIPaBo (M).

et al., (2021). Tak, eciu 1eHTp BBHIOPAHHOTO T€OMETPUYECKOTO MPUMHUTHBA PACIIOJIOKEH CO
C/IBUTOM B CTOPOHY OT MCTMHHOTO LIEHTpa BpallleHHs B CyCTaBe, TO PACCTOSHUE MEXIY HUMH
HEM30€KHO YUYUTHIBAETCS KaK YacTh BO3MOXKHOTO CIIBUTa B CyCTaBe, KOTOPOM Ha CaMOM Jiesie He
cymecTtByeT. Mcronp30BaHNE B 3TOM CiIy4yae MOJOXKEHHUSI MTHOBEHHBIX LIEHTPOB BpalleHHs ObLIO
Obl OoJiee aieKBaTHOW MPOIIeTypoil, Y4eM UCKYCCTBEHHBIN BHIOOP T€OMETPUUECKUX TPUMUTHBOB.
TpeTbe U camoe BaKHOE — 3TO BbIOOp cucTeMbl kKoopauHaT. [Ipobnema ¢ cuctemMoil KoopauHar
OTCYTCTBYET, €CIIM BpallleHHE BOKPYT TPeX OPTOrOHAJIBHBIX OCEH NMPOUCXOAUT OTHOCHTEIHHO

OJTHOM U3 JIByX COUJIEHEHHBIX KocTel. OHaKo, KOTa MPOUCXOAUT KOMOMHIUPOBAHHOE BpaIlleHUE,
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9Ta CHCTEMa KOOpAMHAT TepseT cMbici. Hanpumep, y exuaHbl 3a OCbh NPOHALUMH-CYIHHALUH
TJICYEBOM KOCTU ObUTA TPUHATA OCh, MorepeuHas k teny (Regnault et al., 2021). Oxnako 310
IPEIIOJOKEHUE CIIPABEAIMBO TOJIBKO IPU IONEPEYHOM K TEIy IOJIOKEHUU IUIEYEBON KOCTH.
Korna nneueBast KOCTh OTKJIOHSIETCS BIIEPE]] MM Ha3all, Ta K€ TpaHCBEpCaJIbHAs OCh CTAHOBUTCS
JUI TUICYEBOW KOCTH OChIO IOAHATHUSA-OIYCKAaHUS B MapacaruTTaIbHOU IJIOCKOCTH, a HE OCBIO
npoHauu-cynuHanuu. Korja niaeueBass KOCTh OTKJIOHSIETCSI JOPCAJIBbHO WM BEHTPAJIbHO, Ta )K€
camasi IOIlepeyHass OCh CTAaHOBUTCA Ui IUIEYEBOHM KOCTU OCHIKO MPOTPAKLUU-PETPAKIUU B
napacaruTTajbHON INIOCKOCTH. YToObI H30€XaTh 3TOM podiaeMbl, Obli1a pa3paboTaHa KOHLETIUS
"Cuctemsbl koopauHat cycraBa" (Joint Coordinate System [JCS]; Grood & Suntay, 1983). B atoit
CUCTEME KOOPJIMHAT OJIHA OChb BpalllEHUs 3aKpEIUIEHa Ha OJHOM KOCTH CycTaBa, a BTOpas OCh
BpallleHUsl - Ha JPYyrol KOCTH, MO3TOMY 3TH JBE OCH B3aMMHO HE3aBUCHMBI U, KaK IMPaBUIIO,
HEOPTOroHalbHbl. TpeTbs OCch HE MpUKpEeIUIeHAa HU K OfHOM u3 kocreil. OHa (iaykryupyer,
OCTaBasiCh OPTOTOHAJIBHON K 00euM mpenplrynmm ocsM. Ilpu Takom moaxone eIMHCTBEHHas
HEOIPE/IEICHHOCTh 3aKJIIYaeTcsl B TOM, KAaKyl0 M3 TpEeX aHaTOMMUYECKHX oced (¢uekcus-
AKCTEH3US, aJAyKINI-a0lyKIUsl, IPOHALUSA-CYIHHAIMS) (PUKCUPOBATh K TOW WJIM UHOW KOCTH, a
KaKyl0 OCTaBUTbh B KaueCTBE IUIaBarolleil ocu. ITOT BbIOOD siBiIsieTcs yciaoBHEIM (Wu et al., 2002,
2005). [Be ¢ukcupoBanusie ocu JCS, eciv OHU MPAaBUIBLHO PACIONIOKEHBI, COOTBETCTBYIOT
€CTEeCTBEHHbIM aHaroMuueckuMm DoF, n mosTtoMy orpaHuueHusi aMILIUTYJl COOTBETCTBYIOIIMX
aROM MOxHO 0OBSICHUTH B TEPMUHAX CBA30YHOIO alliapara U KOCTHbIX orpannuuresneil. Kambic
et al.,, (2017) ynmanocs ymauno npumeHutbh merox JCS s u3MepeHHs KOMOWHUPOBAHHOW
MIOJBUKHOCTH B II€€ NHICUKHU.

[Ipu pasgenbHOM M3Y4YEHMHM Tpex cocTaBisiiomux noaswkHoctu JCS  dakrtuyecku
COBIIQJAET C KJIACCUYECKOM OPTOTOHAJIBHOW CUCTEMOW KOOPAMHAT, 3aKPEIUIEHHOM Ha OJHOW W3

ABYX KOCTEll B CyCTaBe. B npoBeAeHHOM HCCIEAOBAHMU MEKIIO3BOHKOBAs ITOJABMIKHOCTH

U3yyajach UMEHHO B TPEX OTHEILHBIX OPTOroHadbHBIX INIOCKOCTIX: SB. LB 1 AR ROM. D10

pelieHue CBsI3aHO C MPOIEAYPON KaTuOPOBKM MOJENH, KOTOpas ObLIa MpOBEIEHA Ha OCHOBE
HMEIONIUXCA MOAEIbHBIX MaHHBIX in vitro uccinemoBanuii aROM Ha CKeleTHO-CBSI30YHBIX

npemnaparax y oBell, CBUHEH, KopoB U 4yenoBeka (Belyaev et al., 2021a).

1.4 IToaxoabl K U3yYEHHIO MEKITO3BOHKOBOW MOABUKHOCTH
Knnemarnka CyCTaBa — 3JTO HU3MCHCHHEC B3aMMHOI'O IIOJIOKCHHSA DJICMCHTOB CKEJICTA,

COUWICHEHHBIX MEXIy COOOM TPH MOMOIIM CYCTaBa, B MPOIIECCE KU3HEACSITSIIBHOCTH OpraHu3Ma
(Belyaev et al., 2022a). 910 n1BUXKEHHE UMEET ONpEACIEHHYI0 aMIUUTYy nepemeinieHus (ROM)
B KaxJoi ctenenu cBoOoawl (DoF) cycraBa. AMIIUTYIBI ABMKEHHUS, COBEpilaeMas BO Bce
COBOKYITHOCTH >KH3HEHHBIX aKTUBHOCTEH y KaXJI0T0 )KUBOTHOTO, MOXET OBITh CyMMHUPOBaHA JIJIS
kaxxnaou DoF cycraga.
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HccnenoBanus NOABMKHOCTH ITO3BOHOYHHUKA MOYKHO Pa3JIeIUTh HA JIBa TUIIA B 3aBUCUMOCTH
OT M3y4aeMOr0 OOBEKTa: IKCIIEPUMEHTHI C KHUBBIMHU KUBOTHBIMH U SKCIIEPUMEHTHI Ha Mperaparax
NpEABAPUTEIHHO YMEPIUIBIEHHBIX JKUBOTHBIX. B  pe3ynbrare SKCIIEPUMEHTOB C JKUBBIMHU
JKUBOTHBIMH (in Vvivo WCCIIEIOBaHUS) MOTYT OBITh MOJy4Y€HBl JaHHbIE 00 "HCIIOJIb3yeMOM
nuanaszone nBwkeHusa" (used Range of Motion [uROM]). B skcriepuMeHTax ¢ mpenaparamu
MOKHO M3y4YaTh "pacrojiaraeMblii quama3on neuxkenus" (available Range of Motion [aROM)).
DKCHEPUMEHTHI C MperapaTaMu KOPPEKTHO HA3bIBATh e€x Vivo (BHE OPraHU3Ma) UCCIIeI0BAaHUIMH,
OJTHAKO B MPO(HUILHON METUIIMHCKOW JHUTEeparype OHH TPAAUIMOHHO HAa3bIBAIOTCA in Vitro (B
npoOupke) uccieaoBaHusiMU. B 3Toil pabore uccinenoBaHusl Ha mpenaparax *XHUBOTHBIX OydyT
Ha3bIBAaThCSI B COOTBETCTBUE C UX TPAJUIIMOHHBIM HAUMEHOBAHHUEM (i1 Vifro UCCICIOBAHUSAMHU ).

O6a momxoa UMEIOT MHOXKECTBO METOIMYECKHX Bapuanuil. Tak, B in vivo ucciaeqoBaHUsIX
MOJBUKHOCTb MOKET U3Y4aTbCs MPU JIBUKEHHUSIX OT HEKOTOPOH (PMKCHPOBAHHOI O3B Y YEJIOBEKa
(narmpumep, Gregerson & Lucas, 1967), npu nuxennn Ha 0eroBoil nopoxke (Hampumep, Hausler
et al., 2001), unu npu pasHOOOPA3HBIX JBMKECHUSAX B MPOCTPAHCTBE J1a0OpaToOpuu (HarpuMep,
Wood et al., 1992). M3mepenue aMImiuTy 1 TOABMKHOCTH MOXKET OCYHICCTBIISATHCS TP TTOMOIIN
¢duKcaru MapKkepoB Ha Koxke (Harmpumep, Wennerstrand et al., 2009), uMIiaHTaiuu MapkepoB Ha
OynaBkax llltaiimanHa (Steinmann pins) B OCTUCTbIE OTPOCTKH MO3BOHKOB (Hampumep, Faber et
al., 2000), porockonupoBaHUs 3anucu BuaeopeHTreHa (aHampumep, Schilling & Hackert, 2006),
POTOCKOTIMPOBAaHUS BUACOPEHTTICHA H MOJICITMPOBAHUS PACIIONOKEHHS KOcTel ¢ momonipio CT-
mozeneit (Wachs et al., 2016). B in vitro uccnenoBanusx MoBUXHOCTb MPENAPATOB MOKET OBITH
U3MepeHa Ha pa3HbIX ATanax MoArotoBku obpasua. "Ocrteonorunueckuit aROM" u3mepsercs Ha
Ccyxux KoctTsax (Hampumep, Werneburg et al., 2014); "cunaecmonornueckuit aROM" uzmepsiercs
Ha KOCTHO-CBSI30YHBIX Tperaparax C COXPAaHEHHBIMHU in Sity KallCyllaMH CYCTaBOB U CBSI3KaMH
(narmpumep, Wilke et al., 1997a, c); "muonoruuecknit aROM" u3mepsieTcss Ha Tpernaparax ¢
COXpPaHEHHBIMHU in Sifu CBSI3KaMHM W MbllIaMu (Hanpumep, ['punpimmza u ap., 2016); "aROM
BCEro Teya'" M3MepsieTcsl Ha IeNI0i TyIIKe MEPTBOTO >KUBOTHOTO (Hampumep, Matsumoto et al.,
2022). ®ukcanus NOABMKHOCTH MOXKET OCYIIECTBISATHCS C MOMOIIbIO (PUKCAIUH ITepEMEEHUs
MapKepoB, YCTAHOBJIIEHHBIX Ha MIO3BOHKAX C MOMoILkI0 (otorpaduit (Hanpumep, Townsend et al.,
1983), 3aMepoB Ha pEHTT€HOBCKUX CHUMKaxX (Hampumep, [Isuibimuyk, 1975), 3amMepoB ¢ momMouiso
CHEIMaJIbHBIX CTAaHKOB Juisd crubanus (Hanpumep, Gal, 1993), crankoB AJig 3aMepoB aMIUIUTY/] B
TpeX HaIlpaBJICHUSX MOJBUKHOCTHU MU (pukcupoBaHHOM Harpy3ke (Hanpumep, Wilke et al., 2011).

[TorenumansHo Bce 3T ROM MoryT pasnugarscst Mexay co0oil. OHaKo, Mbl CUUTaeM
Han0oJee BEpOSTHBIMH CIIEYIOIINE COOTHOIICHUS:

aROM =uROM [1]

cunaecmonorudecknit aROM = muonornyeckuit aROM = aROM Bcero tena [2]
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cuagecmonorndeckuii aROM < ocreonorndeckuit aROM [3]

CootHomienue [1] o003Ha4aeT, UTO CyCTaB HE MOXKET UMETh TaKUX IMOJIOKEHHM, KOTOpPbIE
JOITYCKAIOTCSL €r0 MOPQOJIOTHEH U CBSI30YHBIM allllapaToM, HO HHUKOT/A HE MCIONB3YIOTCS TPH
JKU3HU. Y €CTECTBEHHOro oTOOpa HET MEXaHW3MOB sl (DOPMHPOBAHMS JIOMOJHUTEIHLHOTO
pa3Maxa MOJIBH)KHOCTH, KOTOPBIM HUKOTZIA HE MCIOJB3YETCS MPHU KU3HH. ECTeCTBEHHBINH OTOOD
MOJKET MOAJEPKUBATH TOJILKO TO, YTO PETYIISIPHO HCIIONB3YyeTcs. B o01em ciydae ecTeCTBEHHBIN
O0TOOp JOJKEH ACHCTBOBATh MPOTHUB HEUCIIONB3YeMOW MOABUKHOCTU, MOCKOJIBKY IMOCIETHSS
TpeOyeT pacxoja JTOTOJHUTEIBHBIX PECYPCOB B BHJE HM30BITOYHON JIMHBI BOJIOKOH MBIIII U
CBSI30K, M YBEIIMUYEHUHU Pa3MEPOB CYCTaBHBIX TTOBEPXHOCTEH KOCTEH.

®dakTUyecKas COCTOSTENBHOCTh COOTHOIIEHUSI [l] OCHOBBIBaeTCS Ha CpaBHEHUU
pesynwraroB in vivo (UROM) u in vitro (aROM) uccnenoBanmii OMOMEXaHUKH MTO3BOHOYHHUKA
yenoBeka (Belyaev et al., 2021a). YenoBek siBiseTcss Haubosee MOAXOASIIAM OOBEKTOM JIJIst
MOJOOHBIX CpPaBHEHUH, MOCKOIbKY TOJBKO JIIOAM B JIAOOPATOPHBIX YCIOBHSX CIOCOOHBI
TO0OPOBOJIBHO TIPOJAEMOHCTPUPOBAThL Hambosee MONHbI pazMax UROM, 4ro HEOOXOAUMO IS
KoppekTHOro cpaBHeHusi ¢ aROM. HaubGonee wuccieqoBaHHBIM OTIEIOM ITO3BOHOYHHKA Y
YeNoBeKa SIBIIAETCS MOACHUYHBIN. 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 OTAEIE Y
yenoBeka oueHb 0u3ku (Puc. 5) Bo Bcex Tpex DoF, uto cornacyercs ¢ TeOpeTHYeCKH 0KUTAEMBIM
OTCYTCTBHEM HEHCIIOIb3yeMOU MOIBMKHOCTH. B HEKOTOpPHIX cycTaBax aMIuutyasl UROM naxe
Bhiie, 4yeM aROM (cMm. nanasie SB uROM B L1-L4, mpencraBinennsie Rozumalski et al., 2008).
TO MOXET OBITh CBS3aHO C BO3PACTOM HCCIIEAYEMBIX JIFONICH. [ Vitro NCCIIeIOBaHUS IIOYTH BCETIa
MIPOBOJISITCSA HA MO3BOHOYHBIX CTOJI0AX JIIOEH YMEpIIUX OT CTapoCTH (CpeaHuit Bo3pact 51 rogy
Panjabi et al., 1994). B otnudume ot 3T0T0, i Vivo UCCIIEAOBaHUS IPOBOIMINCH Ha O0JIee MOJIOIBIX
monsx (cpennuit Bo3pact 29,5 net y Pearcy et al., 1984 u 25 ner y Plamondon et al., 1988). [1pu
CpaBHEHHUU C APYyruMu uccienoBanusmu nanubie 1o AR uROM, npeacrasnennsie Rozumalski et
al., (2008), mpenCTaBISAIOTCA 3aBBIMICHHBIMUA. OJTO PACXOXKICHHE MOXET OBITh CBS3aHO C
Pa3IMYHBIME MTOIX0JAMH, UCIIOIB3YEMbBIMU ISl U3MEPEHUS POTALMU B i ViVO UCCIIEIOBAHUSAX U3-
3a 0CO00M CITIO)KHOCTH KOJIMYECTBEHHOM OIeHKH 3Toi DoF.

CootHomieHue [2] moapa3yMeBaeT, 4To TOJIbKO MOP(OJIOTHS KOCTEH U CBSI304HBIN anmapar
OrpaHN4MBaOT aMIuIUTyny aROM, B OTiaMuYMe OT MBI, KOKH W JIPYTHX MATKUX TKAHEH.
TeopeTnyecku, aMIUTUTYABl B CyCTaBax, MOKPHITHIX MBIIIIIAMH, KOXKEH U T.]I., TOJDKHBI COBIAATh
C OTpaHUYCHHUSMHU, HAKIAJBIBAEMBIMH CYCTAaBHBIMHU CBS3KaMU W KOCTsAMH. Kak u B cimydae ¢

COOTHOIIEHHUEM [ 1], MOXKHO CKa3aTh, UTO HUKaKKe (DaKTOPbl OTOOpA HE MOIIIN CO3/1aTh CBSI30YHbIE
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— Pearcy et al., 1984 = + == Rozumalski et al., 2008 — Yamamoto et al., 1989
— — Panjabi et al., 1994
— = =  Hayesetal, 1989 ——..—— Plamondaon et al., 1988 —_— - White and Panjabi 1978

Puc. 5. CpaBHeHue OINyONMKOBAaHHBIX JaHHBIX MO aMIUIUTyAaM in vivo jawkeHuid (UROM,
KpacHble JUHHUHM) U in vitro mnoaBwkHOCTH (aROM, cuHuMe JIMHUM) B TMOSICHUYHON oO0NacTu
yenoBeka (RfL cycrassr). [lo ocu aGcrmce pacmonokeHbl CyCTaBbl, IO OCH OpJUHAT aMILTATYAa
noasmxHocTU. 13 Belyaev et al., 2021a ¢ uameneHusmu.
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WJIM KOCTHBIE OTPAaHUYUTENN JIBUKEHHSI, KOTOPbIE Obl OrpaHMYMBAIN AMILTUTYLy TOABM>KHOCTH B
CycTaBe 3a IpejieflaMH IMana30Ha COKPAIIEHUS COOTBETCTBYIOLIMX MBIIII] M PACTSDKUMOCTH KOXKH.
@DaKTUYECKUM TIOATBEPXKACHUEM 53TOTO COOTHOIICHUS SBIAIOTCA YK€ YKa3aHHBIC BbIIIE
HCCJIEJIOBAHUS TMO3BOHOYHMKA YEJIOBEKa Ha KOCTHO-CBSI30YHBIX Iperaparax M y >KUBBIX JIIOJIEH.
OpHako cyniecTByeT psijl UCCIeI0OBaHHil, KOTOpbIE, Ka3aJloCh Obl, OMPOBEPIalOT 3TO YTBEPKACHUE
(marmpumep, Cobley et al., 2013). B aTtux paborax moka3aHo, 4TO B IPOIECCe MPEMapUPOBAHUS
o0pa3ma M MOCIeNOBaTeIbHOE YNAJCHUE KOKU W MBI MMPOUCXOUT YBEIMYCHHE aAMILIUTYH
aROM. Ham onbIT MaHUIYJISAUA ¢ MEPTBBIMHU JKUBOTHBIMH ITOKa3bIBAET, UTO TAKOM PE3yJbTaT
BbI3BaH TPYNHBIM OKOYeHeHueM (rigor mortis). llpu >KU3HM MBI 00ECIEUYNUBAIOT
NOABIKHOCTh, @ HE OorpaHn4mBaioT ee. Cpasy mocie CMEpPTH MBIIIIBI OCTAIOTCS a0COIIOTHO
MOJATIIMBBIMH, TaK K€, KaK M KOXKa, U Jpyrue MATKUE TKaHW. B manmpHeimeM, 9ToObl OTyYnTh
Opu 3aMepe TMOABMKHOCTM Ha IMpemapare MOJHYK aMIUIMTYQy, COOTBETCTBYIOIIYIO
cunaecmoioruueckomy aROM 6e3 mnpenapupoBaHHs, CyCTaBbl >KMBOTHOTO HEOOXOIMMO
TIIATENILHO Pa3MsITh, CTU0Aast U3 BO BCEX HAIIPABJIICHUSAX B TEUCHUE HECKOJIBKUX MUHYT. BaxkHOCTB
3TOM MpOLETypbl XOPOLIO WIIOCTPUPYETCS CpaBHEHHEM JBYyX uccienoBanuii aROM B 1ee
cTpayca. B ynomsanyrom Bblie uccinenoanuu M. Ko6mu u xomter (Cobley et al., 2013, Puc. 2 B
3TOM crathe) 3HaueHuss SB aROM nocnenoBaTenbHO YBEIUYUBAIUCH 110 MEPE yAaNeHUS KOXKHU U
mbIi. Toipko mocie Toro, Kak ObuTH yaaneHsl Bce MbIs men (Puc. 2 E), npodunmm aMmmmty sl
CTaJIM TOYTH UACHTHYHBIMH, & UX 3HAYCHUS TaKUMU ke Oonpmmmu, kak SB aROM Bcero Tena,
u3ydeHHbsle B Jpyrom uccneaoBanuu (Dzemski & Christian, 2007, Puc. 7 A B 9Toii cTaThe).
OueBunHo, uto . J[3emcku u A. Kpuctuan npoBenu HOAroTOBUTENbHBIE MPOIETyphl Ha TTOTHON
niee crpayca 6osee cepbe3Ho, ueM M. Kobnu u kosiern.

Ucnionb3oBanue s 3amepoB aROM  mpemaparoB, OYHMIIEHHBIX OT MBI, SIBISETCS
MPEINOYTHTENBHBIM TIEpe]] HEOUMIIICHHBIMU TperapaTaMu MOTOMY, YTO MYCKyJaTypa CKpbIBaeT
CyCTaBHbIE IIOBEPXHOCTH OT OKCHepuMeHTatopa. M3-3a dero wuccienoBaTeslb HE MOXKET
MIPOKOHTPOJIUPOBATh, YTOOBI CYCTaBhl OBLIN COWICHEHBI TaK € TOYHO, KaK 3TO ObUIO ObI MpH
JKU3HU.

CootHomienne [3] oOo3Ha4aeT, 4TO MOABMKHOCTH B CyCTaBaX OrpaHUYEHA HE TOJBKO
KOCTHBIMHU, HO M CBSI30YHBIMHU OTPAaHUYHUTENSIMHU, padoTaromumMu coBMecTHO. [Ipu oTcyTcTBUM
nociegHuX pabotaroT Toiabko mnepBele. [loaTomy octeonorumueckuii aROM, u3mepeHHBI Ha
CycTaBe, JIMIIEHHOM CBSI304YHBIX CTOTIOPOB, Ooubiie, yem cuHaecMmonornueckuii aROM. D10
CTaHOBHTCSI OCOOCHHO OUEBUIHBIM TS ABMXKEHUH, Y KOTOPBIX HET KOCTHBIX CTOTIOPOB (HaIpUMep,
BEHTPAIbHOH (prIeKCHU B MEKIO3BOHKOBOM CYCTaBe WM CrH0aHMe B IJIEYEBOM CYCTaBe).

Ammutyna aROM B cycTaBe MOXKET OBITh HE TOJIBKO U3MEPEHA, HO U orleHeHa. CyIecTByeT

JIBA OCHOBHBIX TIOJXO/la K MOJCIMPOBAHUIO TIOJABWKHOCTH — Mopdomerpust u in silico
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MojenupoBanue. B cBoio ouepenb, MopdomeTpuueckHe MOAXOAbl MOXKHO pa3feNuTh Ha
KOppensuuoHHbIN (Hanpumep, Porter et al., 2009) u mexanuctuyeckuii (Harpumep, Ky3Heros u
Tepeutenxo, 2010) metoas!. In silico TOAXONBI — HA MAHUITYTHPOBaHUHU 3D MOzEIsIMU TO3BOHKOB
0 3apaHee OTOBOPEHHOMY MPOTOKOIy (Hampumep, Krings et al., 2017), MmeToq reoMeTpuuecKux
IPUMUTUBOB (Hampumep, Jones et al., 2021) u finite element analysis (Hanpumep, DeVries Watson
et al., 2014). Eme omHUM KOPPEJSIIMOHHBIM TIOAXOJOM SIBIISIETCS MOJAENb TpeiyiokeHHas U.
Bepuebyprom u komuteramu (Werneburg et al., 2014), B koTopoil mpeacTapieHa OMHOMHAIbHAS
perpeccust Mexay ocreoiorndyeckuM aROM u aROM Bcero Tena (OLEHEHHBIM Ha XUBBIX U
MEpPTBBIX Yepernaxax) JUisl HIEHHBIX CyCTaBOB y Pa3IMYHBIX COBpEMEHHBIX uepernax. Kaxabiii u3
OTNKCAaHHBIX MTOJXOJ0B UMEET CBOU HETOCTATKU. MaHUMYIISAIUS OCTABISET O4€Hb MHOTO CBOOO/IBI
JUIL  WCCIIeNIOBATeNlsi M JEMOHCTPUPYET CHJIBHO 3aBBIICHHYIO aMIUTUTYAY IOABH)KHOCTH.
Koppensunonnas MopdomeTpuss He BAAETCS B BOMPOCHI MPUYUHHO-CIIEACTBEHHON B3aUMOCBSI3U
MOp(hOJIOTMM ¥ TOABMKHOCTH. MeXaHHCTUYECKass OcCTeoMeTpHus TpeOyeT KamuOpOBKU C
UCTIOJIb30BAaHMEM MOJICTIBHBIX JTaHHBIX IO MOIBMYKHOCTH. METOI TeOMETPUYECKUX MPUMHUTHBOB
3aBHCUT OT THUIA, pa3Mepa W TIOJOKEHHS T'€OMETPHUYECKUX IMPUMUTHBOB, BBIOPAHHBIX IS
MOJICIIUPOBAHUS CYCTaBHBIX MOBepxHOCTel KocTeil. Finite element analysis TpeGyer Oosbiioro
MaccHBa JIaHHBIX O CBOMCTBaX 00bEKTa B KAYECTBE BXOIHBIX JaHHBIX.

Kak1p1ii 13 3TUX MOAXOIOB UMEET CBOM IUTIOCHI U MHHYCHI. 3aMETHBIM OTJIMYHUEM METO/a
T€OMETPHUECKUX MPUMHUTHBOB SIBISIETCS TO, YTO OH OLIEHUBAeT octeonorndecknii aROM, B 1O
BpeMsl KaKk TpU JPYI'HX TMOAXOAa OlleHHBalT cuHaecMmonorndeckuii aROM (Kysuernos u

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

1.5 Ucnosab3yemMble COKpaLIEeHUsI
Otnensl no3BoHOuHOro cronba: C — meinsiif, T — rpyanoi, L — moscHuuns, S —

KpecToBbld. Yucino mnepen OykBoil 0003HA4aeT 4MCIO MO3BOHKOB: Hampumep, 7C+13T+6L
0003Ha4YaeT MO3BOHOUHYIO (hOPMYITy C CEMbIO IIEHHBIMHU, 13 IpyIHBIMU U HIECTHIO OSCHUYHBIMU
no3BoHKamu. Yucio nmocie OykBbl 0003Ha4aeT HOMEP MO3BOHKA B COOTBETCTBYIOLIEM OTAENE:
Hanpumep, C4 0003Ha4aeT 4eTBEPTHIHN IEHHBIN T03BOHOK.

Tumnbl dacetok B cycraBax suranoduson: Rf — paguansusie, Tf — tanrennuansabie, RfL —

panuanbHble ¢ 3aMKoM. KpecTioBslii cyctaB Oyaet o6o3Hadateest LS (o1 lumbosacral joint).

CocTaBisgrone MeKIIO3BOHKOBOW TOABMWXKHOCTH: SB — carurrampHas ruokocts, LB —

JarepayibHas rHOKocTh, AR — oceBoe CKpyunBaHHe.
ROM - nuanason nsmxenusi, aROM — pacrnionaraembiii quanaszon jaBrkeHus, uROM —
MCIIOJIb3YEMbIN THAIa30H JBUKECHUS.

Myseun u wHCTUTYTH: IEE — HHCcTuTyT Ilpobnem Oxomormu m DBomoruu uMm. A.H.

CesepuoBa Poccuiickoit Akagemun Hayx (U193 PAH), Mocksa; KA — Kadenpa antpononorun
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Mocxkosckoro ['ocynapctBennoro Yausepcutera um. M.B. JlomonocoBa (MI'Y), Mocka; NMW
— My3eit ecrecrBo3Hanusi, Bena, ABctpusi; RMCA — Koponesckuit myseir LlentpanbHoit
Adpuku, Tepsropen, bensrusi; RZ — 3oomapk PocroBa-na-Ilony, PoctoB-na-lony; ZIN —
3oonoruveckuii Muctutyt Poccuiickoit Akanemun Hayk (3UH PAH), Cankr-IletepOypr; ZMMU
— 3oosoru4yeckuii My3eii MOCKOBCKOTO TOCYIapCTBEHHOIO yHUBeEpcuTeTa uUMeHM M. B.

Jlomonocoga (3MMY), Mocksa
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IJTABA 2. ObOCHOBAHUE MEXAHUCTHUYECKOI'O
MNOAXOJA K U3YUYEHUIO MEKITIO3BOHKOBOM
HOABUXHOCTH

2.1 Hness MexaHUCTHYECKONH MOJEIH
Hnes MexaHUCTUYECKON MOJENH JJIs1 NU3yYEHUSI MEKITO3BOHKOBOM MOJABUKHOCTH OCHOBAaHA

Ha npuHuune XKopxa KroBbe 0 cooTHOmEHHIX yacTed. OCHOBHOM TMITOTE30M MOZEINHU SIBIISETCA
MPEIOJI0KEHHUE O TOM, YTO [MACCUBHBIE CTPYKTYPBI, onpeenstonue aMmintyy aROM, a umeHHO
TEOMETPHUsl COUICHOBHBIX OTPOCTKOB ITO3BOHKOB U CBSI30YHBINA ammapar, JOCTaTOYHO TOYHO
MOJIOTHAHBl JPYyr K Apyry. PasMep CycTaBHBIX IOBEPXHOCTEM HE BBIXOAUT 3a IPEIEbl,
YCTaHOBJICHHBIEC CBA3KAaMH, a CBS3KM HE MMEIOT YPE3MEpPHOW IJIMHBI, KOTOpas IMO3BOJIMIIA Obl
CYCTaBHBIM IOBEPXHOCTSM MOTEPSATh KOHTAKT APYr C APYroM. To e caMoe OTHOCUTCS U K
BJIIUSIHUIO HA MEKIIO3BOHKOBYIO MOJABUKHOCTh HAJTUYHS U OTCYTCTBUS peOep, TO €CTh TeOMETPUs
CYCTaBHBIX (PAcETOK TPyAHOTO OTIENa COOTBETCTBYET IMOABMXHOCTH TTO3BOHOYHOTO CTONI0A Kak
YacTH LEJIOCTHOM I'PyJHOM KIETKH.

MexaHuCTHYECKUIT TOAXOA K MEXKIO3BOHKOBOM TMOJBMKHOCTH OCHOBaH Ha psfe
kiaccnaeckux uccnenosanui (Fick, 1904, 1910, 1911; Rockwell et al., 1938; Gregersen & Lucas,
1967). Mogenb npeamnoiaraet, 4To yroji BpallleHHUs] B CyCTaBe MPEACTaBiIsieT cOO0N OTHOIICHUE
JUIMHBI JYTH BpALICHUS K PaJdyCy BpalleHUS U MOXET OBbITh HM3y4YeH Ha OCHOBE MPOCTOMN
OCTEOMETPUHU TTO3BOHKOB. [lepBast MOMbITKa CO31aHHSI MEXaHUCTUYECKON MOJIeTIN, OCHOBAaHHOM Ha
Mophosioruu No3BOHKOB, Obla npeanpuHsaTa b. 3apaukom (Zarnik, 1926), koTopsliii Hcnonb30Bal
MOPQOJIOTHUIO CyCTaBa MEXy IByMsI IO3BOHKAMH KaK OCHOBY JJIsl PEKOHCTPYKIIMI TTOJIBHIKHOCTH.
Opnako mpenensl ABIKEHUS ‘BHYTpH MOP(OIOTHH MEXKIIO3BOHKOBOTO CycTaBa y 3apHUKa
OCTaBaJIMCh MNOJHOCThIO yMo3putTenbHbiMU. B.C. Tepemenko (1991) O6buto mpeansoxeHo
¢dopmanu3zoBath MpoueAypy pacuera aMmiuMtyasl aROM B cycTaBe ¢ MOMOUIbIO 3aMepOB
MO3BOHKOB U TpUrOHOMeTpHueckux (opmyia. /lanHas mozpens Obuia pazpaboTaHa Ui OLEHKU
MOJIBIDKHOCTH 'y MCKOIIA@MOTo poraroro awHo3aBpa Protoceratops andrewsi (Granger and
Gregory, 1923). O4eBUAHBIM HENOCTATKOM TMOJYYEHHOW MOJENU SBISUIaCh HEBO3MOXXHOCTH
MIPOBEPUTH BATUIHOCTh U HAJIEKHOCTh MOTYYaeMbIX C MOMOIIBIO Hee pe3ynabTaroB. B padore A.H.
Kysnenosa u B.C. Tepemenko (2010) 6bl1a mpoBeieHa BaIM AN MEXaHUCTUYECKON MOJIEH ISt
pacduera aROM B cycTaBax, COeIUHEHHBIX MEXITO3BOHKOBBIMH JUCKaMU, HA OCHOBE MOJIECITbHBIX
JAHHBIX [0 MEXMO3BOHKOBOW MOJIBM>KHOCTH, MOJIYYEHHBIX B in Vitro WCCIEIOBAHUIX CKEIETHO-
CBSI30YHBIX MpenapaToB mo3BoHouHuKa oBIbI (Wilke et al., 1997a). KanubpoBka Mmozemnu mokasaina,
YTO MEXAHUCTHYECKHM TMOAXOJ JEUCTBUTEIHHO MO3BOJISIET C JOCTATOYHO BBICOKOW TOYHOCTHIO

onieHuBaTh aMIIUTyasl SB aROM Bo BceM npenkpecTioBoM oTaesne mo3soHouHnka 1 LB aROM
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B cycTaBax menHoro oraena. Oauako, amminTyasl LB aROM B Ty10BUIIIHON YacTH TO3BOHOYHHUKA
u AR aROM Bo BceM NpeaKpecTIiOBOM OT/ENE OCTAIINCh HEAOCTYIHBIMU JIJISl pacyeTa.

Hakonen, B coBMecTHOM wuccienoBaHuu apropa pabotel (Belyaev et al., 2021a) Obuia
npousBe/ieHa JopaboTKa W BaluJalMs MOAENU [UIsl pacdyeTa BCEX TPEeX COCTABISIONINX
ME)KIIO3BOHKOBOW TMOJBMKHOCTH BO BCEX OTIENaX MPEAKPECTIOBOM wyacTu chuHbl. Jlns
KaTMOPOBKM MOJIENTH ObUTH HCIIOJIb30BaHbl Hanbonee TouHble oneHkn aROM, moiydeHHbIe Kak
MOOOYHBIA TMPOAYKT MEAMIIMHCKUX WCCIICOBAaHUN OMOMEXaHWKH ITO3BOHOYHHMKA 4YEIIOBEKA,
CBOMCTB MEXITO3BOHKOBBIX JAMCKOB, HAPYIICHUH U MX OpTOmNeandeckoi koppekiuu (Smit, 2002;
Szotek et al., 2004; Alini et al., 2008). B 3Tux uccienoBaHusX MPUBOAATCS TOYHBIC YHCIIOBHIC
naHHble 00 aROM BO Bcex Tpex HanpaBiE€HUSAX MOABMIKHOCTU C KOHTPOJIHMPYEMOM BEIMUMHON
KpYTALIET0 MOMEHTa JJsi KaXXJOro HpeJKpecTLOBOIO CycTaBa I103BOHOYHMKA. M3yueHue
MOJBMKHOCTH TPOUCXOAUT Ha Tak HasbiBaeMbix FSU (functional spinal units), xoTopsie
MPEICTABISIIOT COOOM Maphbl WM TPOHKU MO3BOHKOB, OYHMILIEHHBIX OT MBIIIIL, HO COXPAHUBIIUX B
LIEJIOCTHOCTH BECh CKEJIETHO-CBA30YHBIN ammapar. 3aMmepbl IOJBUKHOCTM U KOHTPOJIb 3a
KPYTALIMM MOMEHTOM OOECIEUnBaeTCs MPUMEHEHHEM cHelualbHbIX cTaHkoB (Puc. 6). B
KaueCTBE MOJICJIbHBIX KUBOTHBIX MAJI1 KaduOpPOBKM MOAENH ObUIO MCIIONB30BaHO TPU BHUAA
MAPHOKOIIBITHBIX U YEJIOBEK.

Ha3nauenuem MeEXaHUCTHYECKOM MOAENW JJiA OICHKU TOJBMIKHOCTU  SIBIISIETCA
MIPEOJI0JIEHUE OTPAHUYCHUS HCCIICOBAaHUM, B KOTOPBIX MPOUCXOAST 3aMepbl MOJIBMKHOCTU B
MEXIO3BOHKOBBIX CycTaBax. MeToauyeckas CII0XHOCTh B NMPOBEACHUU TaKUX MCCIEIOBAaHUN U
POOJIEMBI C TOCTYIMHOCTBIO JIJIsl SKCIIEPUMEHTOB MHOTHX KUBOTHBIX CHJIBHO OTPAaHUYHMBAIIU CAMy
BO3MOKHOCTh CpaBHHUTEJILHOTO aHanu3a. Jlumb B penkux padorax (IIsmeimuyk, 1975; Gal, 1993)
MOJBMKHOCTH [TO3BOHOYHMKA M3ydasach 0ojiee ueM y OAHOro Buaa. MexaHucTudeckas MOAeb
JUIIEHA JTUX HEJOCTATKOB, MOCKOIBKY pa3padoTaHa Il MPUMEHEHHUs Ha CyXUX CKeleTax,
KOTOpBIE B OOJIBIIIOM KOJTMYECTBE XPAHATCS B MY3€HHBIX KOUTEKIUAX. PaboTa ¢ CyXumu ckeneraMu
MO3BOJISIET C ITUPOKUM OXBATOM U3Yy4aTh KaK COBPEMEHHBIX MJIEKOTIUTAOIINX, BKJIIOUasl YEIOBEKa,
TaK M UX BBIMEPIIUX MPEAIIECTBEHHUKOB. JTO OTKPBHIBAET BO3MOXKHOCTH JJISI MCCIICIOBAHUS
MOJIOBBIX, BO3PACTHBIX U reorpadUyecKux BapUaIUi, a TaKKe MaTOJOTUYECKUX HapyIICHHH B

MOABUKHOCTHU CYyCTaBOB.
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Puc. 6. CraHok 11 3aMepoB aMIUIMTYABl ABM)KEHUS MEXAY [BYMs IOCIEI0BaTEIbHBIMU
MO3BOHKaMH Ha CKEJIETHO-CBA30YHBIX Mpenaparax npoussoaut 3amep aROM B cyctase T10-T11
y uenoseka (13 Wilke et al., 2017).

2.2 MarepuaJji ¥ 3TaJIOHHbIE IaHHbIE VIS KAJIUOPOBKHU MO eI
Z[J'DI pacue€ra aMIUIMTyd T[MOABUKHOCTH Ha CYXOM OCTCOJIOTMYCCKOM  Marcpualic

WCITOJIH30BAJIOCH IIECTHA/IIATh TOJHBIX MTO3BOHOYHBIX CTOJIOOB (JieBast yacTh Tabmuisl 1). Bech
W3yUYeHHBII MaTepHall MPeICTaBIIeH CKeJIeTaMU B3POCIBIX 0COOCH.

B kauecTBe MOJENBHBIX (PTAJIOHHBIX) NAHHBIX IJI1 KAJIUOPOBKH pa3paOOTaHHOW MOIEIH
OBLIIM MCIIOJIb30BaHbI PE3yIbTAThI 3aMEPOB TPEX COCTABIISIOIINX MEKITO3BOHKOBON TTOJBUKHOCTH
(SB, LB 1 AR aROM) mipu (pukcupoBaHHON HArpy3ke Ha CKEJIETHO-CBSI30YHBIX Ipernaparax y
yenoBeka (Yamamoto et al., 1989, Wen et al., 1993, Wilke et al., 2017), osuer (Wilke et al., 1997a),
ceunbu (Wilke et al., 2011), u xopoBsl (Wilke et al., 19978) (mpaBas yacth Tabnuusl 1). Yucno

ocobeit Ha CyCTaB Cpe€ar UCCIICAOBAHHBIX MIJICKOIMUTAIOMIUX COCTABJIACT: 6 JJIA KOIIBITHBIX, 8-15
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s meitHoro (Wen et al., 1993), 6-7 ansa rpynnoro (Wilke et al., 2017), 10 nis mosicHUYHOTO
otnena y yenoBeka (Yamamoto et al., 1989). MonensHbIe JaHHBIE O TIOJBUKHOCTH B COYIICHEHUN
MOCIICHETO MOSICHUYHOTO TTO3BOHKA M KPECTIla IMEIOTCS TOJBKO JUIsl yesioBeka (Yamamoto et al.,
1989). V kopoB MojieIbHbIE JaHHBIC TTPEACTABICHBI TOJIBKO i1 yuactka T6-L6 (Wilke et al., 1997
B).

Bce paccunrannsie B 3Toi padore 3HaueHuss aROM sBIAIOTCS aMIUTMTYIaMU TTOJIBH>KHOCTHU
st SB 9T0 cyMMa BEHTpanbHOU (PrIeKCHH U JOpCanbHON AKCTeH3uH, a it LB u AR — cymma

COOTBETCTBYIOIIUX ,Z[BI/I}KCHI/Iﬁ BJICBO U BIIpaBO.

Ta6auna 1 Marepuali, HCIIOIB30BAHHEIN 111 000CHOBAHUS TPUTOHOMETPUIECKUX (HOpMYIT

KonnexunoHHbIH Bospact SB, LB, AR MozenbHbIE TaHHBIC
Bun ITon — = =
HOMEp (rompr) [ efinpii ['pynHoit TTosicHuYHBIA
KA 25 M ~20-25 Wen et al., 1993 | Wilkeetal.,, 2017 | Yamamoto et al.,
KAS5 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 net M=£10 Nm
KA 38 M ~30-40 (cpenusis 66) (cpemusis 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 K N/A TOSICHUYHOM OTJIENax
IEE 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 meiitHom, M=+7.5 Nm B rpyIHoM u
TOSICHUYHOM OT/IejIax
IEE 1633 N/A N/A A=6 MecAIIeE
ZMMU S-102026 | X | N/A Wilke et ag, 1997¢
n=
Bos taurus N/A
M=£7.5 Nm
IEE 1932 XK N/A
A=12-16 Henenb
n — gmucyo ocobeli Ha cycTaB; M — mpuiaraemast cuna; A — Bospacrt.

2.2.1 Uckmrouenue Cervus elaphus u3 4ncyia MoebHbIX ;)KUBOTHBIX
N3 yncna MosebHBIX dKUBOTHBIX, UCTIONB3YEMBIX TSI KATHOPOBKH (OpMYJI, OBLIT HCKITIOYEH

Onaroponubiii onenp (Kumar et al., 2002). IlpuBeneHHble MO 3TOMY >KMBOTHOMY JaHHbIE
BBI3BIBAIOT COMHEHHUS B CBOEH BAJIMJHOCTU U HE COINIACYIOTCS C AMIUIMTYJAMU MOJIBH>KHOCTH Y
IpyTuxX MoNenbHBIX 00bekTOB. Cpennuii SB aROM B rpyaHoM oTzesne y 61aropoJHOTO OJEHS
(Kumar et al., 2002) 3Ha4uTENBHO BHIIIE, YEM Y OCTAIbHBIX MOAEIbHBIX 00bekTOB (Wilke et al.,
1997a, c, 2011, 2017): 11,5° npotus 4,5-8°. PazmMax monBMXHOCTH y OJICHS KpailHE HEYCTOWNYMB:
aMIuIMTyga MeHsiercs ot 6,4° mo 16,3° npotus 3,8-4,7° y kopoBsl, 5,1-9,8° y cBunbu, 4,5-8,1° y
OBIIBIL, 5,6-8,1° y uenoBeka. [lonBmwxkHoCcTh Ha mpoTshkeHuu T1-T8 Bricokas (ROM ot 10,8° o
15°), 3arem BaBoe nmagaeT Ha yuacTtke T8-T10 (6,7° u 7,2°), 3atem BHOBB BiBOe Bo3pactaeT Ha T10-
T12 (12,4° u 16,3°) u BHOBb manaeT BaBoe B cycraBe T12-T13 (6,4°). [lomoOHas xapTuHa He

XapaKTepHa Ooilee HU IJIL KOO M3 UCCICAOBAHHBIX KUBOTHBIX U HC COTJIACYCTCA C pacuCTaMu
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MOJBMKHOCTH, OCHOBaHHBIMHU Ha CKEJIETHOM Marepuajie H3yYyeHHBIX HaMU MpeACTaBUTENEH
oneHwux (Alces alces, Capreolus capreolus, Cervus elaphus, Rangifer tarandus).

Takxke HETOCTOBEPHBIMH BBIIJIAAAT 3aMEpbl poTaluMu. Y BCEX M3BECTHBIX HaM
MJICKOMUTAIONINX TMPU IEpexofe OT TAHTEHIMAIbHOTO K 3aMKOBOMY THIY (aceTok pa3max
MOJIBM)KHOCTH B CyCTaBax MmoHmwkaercs MuauMyM Basoe (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 poTauus NpakTHUECKu He u3Mensercs Ha yuactke T6-L6 (Kumar et al., 2002).
TunuuyHple UIsi TapHOKOMBITHBIX 3aMKU Ha (haceTKax B KayJaJbHON 4acTH TPYIHOTO M Ha BCEM
MPOTSHKEHUHU TOSCHUYHOTO OT/IeNIa Pa3BUTHI Y OJIEHEH O4eHb XOpOIIO (MAEHTUYHBI JIOCIO, cM Puc.
26 u, k), nepexoa Kk HUM npoucxonut Ha T10 unu T11. Mcxons u3 aToro npeAcTaBieHHbIC JaHHBIC

BBITTIAAAT HEJOCTOBCPHBIMMU.

2.3 IIpouenypa Bepu(puKanusa TPUTOHOMETPUUYECKHUX (POPMY.JI ISl pacyera
aROM

2.3.1 O0mas cxema nmoaxoaa
O6mmas ¢hopmyra uisl yIiia BpalleHUus B MEKII03BOHKOBOM CyCTaBe (@) MpecTaBisieT coboit

OTHOIICHHWE JUIMHBI JIYT'H JIBUKCHUS BBIOPAHHOW TOYKH (YHCIHMTENb) K PAAUYCy ITOH IyTH
(3HameHarenb). B Hamem cirydae pedb MAET O TOW MM MHOM TOYKE Ha COWICHOBHBIX (paceTkax
suranoguzoB. CycraBHble (HaceTKh MOCT- U Mpe3uranodus3oB [ByX COCEAHHUX IMO3BOHKOB,
paccMarpuBaeMble B CaruTTalbHOW, (DPOHTAIBHONW WM MOMEPEYHOHl IUIOCKOCTH, MOTYT OBITh
anMIpOKCUMUPOBAHBI B BUJE OYT. YTOJ UX CKOJBXEHMS IPYT OTHOCUTEIBHO JIpyra MOXET ObITh
BBIPaXKEH COOTBETCTBYIOIIEH (hOPMYIION MIPH YCIOBUH, YTO HaM U3BECTHBI JIIMHA TyTH U PaguycC.

HcxomupiMU JaHHBIMU 711 CO3JIaHUSI PACUYETHBIX (HOPMYN BBICTYNUIU HCCIEIOBAHUS O
MOBEJACHUU U JIOKAIM3AlMM MTHOBEHHBIX OCEW MpU pa3IMYHBIX TUIIAX ABUKEHUS B CyCTaBax
MO3BOHOYHOTO cToJ0a y yenoBeka (Qiu et al., 2003, 2006, Schmidt et al., 2008). I[Ton6op obmiero
n1a0noHa GopMyIibl U HEOOXOAUMBIX Ul pacyeTa KOA(QQPUIMEHTOB U3HAYaIbHO OCYIIECTBIISIICS
A.H. Ky3unenossiM u B.C. Tepemenko (2010) aHanuTHYECKU B TEOPETUYECKOM COOTBETCTBHH C
JTAHHBIMM W3 MOJENbHBIX HccienoBaHui. OnHako, HeyAaaya MpH TONBITKE CO3JaHUs OOLIeH
bopMyIbl Ui BRIYUCIIEHUS aMILTUTY] JarepanbHoil rudkoctu (Kysnenos u Tepemienxko, 2010) u
HEJOCTaTOuYHass TOYHOCTh HEKOTOPhIX U3 HOBBIX (OpMyN TMpHUBeNa aBropa paboOThl K
HEOOXOUMOCTH JIOTIOJIHUTENHHON MPOBEepKU 3(P(HEKTUBHOCTU Pa3TUYHBIX MCXOJHBIX MIa0JOHOB
dbopMyNIBl ¥ COYETaHUI Map 4YUCIHUTENs/3HaMeHaTeNs (ATUHBI AYTH U paguyca MOBOPOTA) IS
CO3/1aHUs HauboJIee TOYHBIX PACUETHBIX (OPMYIL.

ImaBHBIM KkpuTepueM [Uisi 1oa0opa HTOTOBBIX (OPMYNT CTajl0 HE TEOPETUYECKOe
COOTBETCTBUE 3HAaHUSM O TOBEACHUH OCEH, a YCTOHYMBOCTb M TOYHOCTHh (B CPaBHEHUH C

MOACJIbHBIMH I[aHHLIMI/I) MOJIYYCHHBIX C MTOMOLIBIO HUX PE3YJILTATOB.
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Ucxonnpiii mabmon ¢opmynsl [A] 611 pazpadboran A.H. Ky3nernoseim u B.C. Tepermienko
(2010). B Hem, ayra nBMKEHHUS paBHa CyMME pa3HOCTEH Oyr MexIy Oojee IIMHHON M Oosee
KOPOTKOH (haceTKoil 3urarnogu3oB JAByX COCEIHUX IMO3BOHKOB U JBOWHOM Jyru JBMKEHUS Ooiee

KOPOTKOM (paceTku 3a mpezesnbl 0ojiee IIMHHON B ABYX KpalHUX nojiokeHusx (Puc. 7).

~ -

T —— —

Puc. 7. CxematmyHoe H300pakCHHE MEXaHUCTHYECKOWM wMozaenu it pacdeta aROM B
ME)KITO3BOHKOBBIX CycTaBaxX Ha 0a3e OCTEOMETPHUU MO3BOHKOB. B IJIOCKOCTH Ka)KAOTO U3 THUIIOB
JBYDKEHUST (paceTKH 3Urarno(u3oB JIBYX IOCIIEA0BATEIbHBIX MO3BOHKOB PAacCMaTpUBAIOTCS Kak
IyTH, IpUHaJIeKallue K eAnHoMy paauycy R (uepnas crpenka). OnHa u3 napsl (aceTok 0ObIYHO
MeHbllle (CHHSS Ayra), yem Jpyras (KpacHas 1ayra), ¥ MX pa3Mmepsl (JUIMHAa WJIM IIUpUHA B
3aBHCUMOCTHU OT THIA MOABUXKHOCTH) COOTBETCTBYIOT ABYM XOpAaM Xshort U Xlong. B HEKOTOPBIX
ME)XIO3BOHKOBBIX CycTaBax OoJjblnas QaceTka OTHOCUTCS K mocr3uranopuszam Ooinee
KpaHUAJIbHOT'O [TI03BOHKA B CYCTaBe, a B IPYTUX CycTaBax, HA000poT, OosbIiast (haceTka OTHOCUTCS
K mnpesuranoduszam Oosiee KayJaldbHOro mno3BoHka. Pammyc R KpuBU3HBI (aceTOuHbIX IyT
paccmaTpuBaeTCsl Kak pajuyc BpalllEeHUS B CyCTaB€ M PACCUMTHIBAECTCS KaK IMPOU3BEICHHUE W3
OJTHOTO M3 U3MEPEHUH NM03BOHKA, KOTOPOE HaWIy4IlIuM 00pa3oM oTpaxkaeT paanyc BpamieHus (Y),
ymHO)keHHOTO Ha Kod(hduiment Kr. Hakonen, aROM (@) cocrout u3 nByx uacrteid. [leppas
MIPE/CTABIISIET COOOM mepeMenieHne MeHbleld (aceTku B mpezaenax OoibIIei, KOTOPOe PaBHO
YIJIOBOM pa3zHHulle oo MexAy Oosbliel u MeHbluel ¢aceTkamu (O1e1HO-KpacHbI cexTop). Bropas
YacTh MPECTABISET CO00M BhIe3] MEHbINEH (HaceTKu 3a mpeenbl OonbIne (HaceTKH B KaXKIYIO
CTOpPOHY, KOTOpPBIH paBeH yrnam f (nBa OneaHO-CHHUX cekTopa). CTemneHb BbI€3[]a MEHbBIICH
(daceTKy pacCUUTHIBAETCS C MMOMOLIBIO0 BTOPOTO AIMIUPUYECKU ogoupaemoro ko3dduimenta Ks.
U3 Belyaev et al., 2021a ¢ u3MEHEHUSAMHU.

X X X 180
p=a+2pf= [(Zarcsinz.;)% - 2arcsin2.51?%ty) +2e (KS e 2arcsin > .SKh:r: Y)] . -
\— /) \ J

Y Y
a B
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Xiong B Xshort — TIEPEMEHHBIC, PEMPE3CHTUPYIOMIUE NYTYy ABMXKCHHUS;, Y — TepeMeHHasd,
penpeseHTUpytomas paaunyc Bpamenus; Ks u Kr — kanuGpoBounsie k03 HuiineHTs!.
[Tomumo wucxomnoro mabiaoHa (GOpMyNbl OBLIIO MPOTECTUPOBAHO JBA JOMOJHUTEIHHBIX

BapuanTa. [11a6non [B] Buma:

X X 180
p=Ksea= [Ks ° (Zarcsin% — 2arcsin > .SKh;rf Y)] . -
— /]
v
a
A Taxoke Oauskuii K mabdnony [A] mabnon [C] Buaa:
X X X 180
p=2e0(a+p)=2e [(Zarcsin% - Zarcsinzoslzl%ty) + (KS e 2arcsin > .SKh:r: Y)] . p-
— / N J
YT Y
o p

[Tomumo 310TO0, OBLIIA TPOBECHA MPOBEPKA MHOKUTENS JUIsl 3HaMeHarens Buga 2*Kr*Y+b,
B KOTOpOM b OBIJIO TpeTel BeTMUMHOMW, 3HaUE€HHE KOTOpOil mopbuparnock mpoueaypoit “Tlonck
perlieHuii”.

Hu onHo u3 usmepenuit no3Bonka (Puc. 9, 10) B TOU4HOCTH HE COOTBETCTBYET UCTUHHOMY
panuycy BpaileHus B cycraBe. 1103ToMy B TpUTOHOMETPHYECKHMX (OpMyJax HCIOJIb3yeMble
U3MEpeHUsl yMHOXaroTcsi Ha Kod(p¢uiueHT Kr. Pusndeckuil CMbICT pa3iMyHBIX 3HAYCHUN
ko3pduumenrta Kr oObsicusercss Ha Puc. 8 r-e. [pyroil kanmuOpoBounblii ko3dduument Ks
OTpakaeT JoJIt0 OoJiee KOPOTKOH (paceTKH, KOTOpast BBIXOIUT 3a Mpeesbl 0ojiee NIMHHON B IByX
KpaitHux nonoxenusix (Puc. 8 a-B). ®dakruuecku Ks sprsercs ko3dduimenrom ans yucnurens, a
KRr — 114 3HameHarens.

Haunnyuiiee cooTBeTCTBHE MEXTy paCUETHBIMU M MOJIEJIbHBIMH JIaHHBIMH 00€CTIeYNBAETCS
MyTeM SMIUPHUUYECKOrO IMOUCKA ONTUMAJIbHBIX Map YUCIUTENb/3HaMeHaTeIb U COOTBETCTBYIOIINX
uM korpduumentoB Ks n Kr. B kauectBe kputepus ais omnpeneneHus HaWIydlux (Hopmyil
UCIOJIb30BAIOCh MUHUMAJIbHOE 3HAYEHUE CTaHIApPTHOTO OTKJIOHEHUs (SD) Mexay 3TalloOHHBIMU
(peAnoNoXUTEILHO HCTUHHBIMU) M pacueTHbIMU 3HaueHusiMu aROM. Pa3zmep BbIOOpKH n asist
pacdera SD mpencrapisii coboii 001Iee KOJIMYeCTBO CYCTaBOB y BCEX 0COOEH, yIaCTBYIOIINX B
pacuete. [Ton6op K03 PUIIMEHTOB OCYIIIECTBISICS C MOMOIIKI0 Tpoteayps! “Tlouck pemenus”
(Microsoft Excel Solver Add-In). MacTpymenT “ITouck perieHns” uCnonb3yeTcs sl PacueToB 10
dbopmynaM, B KOTOPBIX MPHUCYTCTBYIOT nepemeHHble. OH moaOMpaeT ONTUMAaJbHBIE 3HAUEHUS
MEPEMEHHBIX (B 3TOM HCCIIEZIOBaHUU 3TO 3HaueHUs kodpdunueHToB Ks u Kr) m1s Hanmyuiiero
COOTBETCTBUS PE3YJIBTATOB pacueTa BEIOPaHHOMY KPUTEPHIO (B HAILIEM CIIy4ae 3TO MUHUMAaJIbHBIN

SD MCXKAY paCCUUTAHHBIMU W MOJACIIbHBIMU ,Z[aHHBIMI/I). HaKOHeI_[, OIITUMAaJIbHasA (bopMlea
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Puc. 8. ®usndeckuii CMBICIT pazIUuHBIX 3Ha4eHUH kod(p¢ummentoB Ks (a-B) m Kr (r-e),
UCIOJIb3YEMbIX B TPUTOHOMETPHUECKUX (opMyliax, Ha IPUMEpe caruTTaabHoi rudkoctu (SB) B
cycraBe T5-T6 y uenoBeka mpu BUAE C JIEBOM CTOPOHBI. (a-B) MOKa3aHbl OTHOCHUTEIHHBIC
MOJIOXKEHUS KpaeB (paceTok 3urarnopu3oB, OTMEUEHHbIE HAKOHEUHUKAMH CTPEJIOK. (T-€) MOKa3aHbl
LEHTp (YepHasi TOUKa), paguyc (YepHasl CTpesika) U KPYroBYIO TPAEKTOPHIO JIBUXKEHHUs (haceTok
3uranou3oB Jpyr OTHOCUTEIBHO JIpyra (cuHss U KpacHas nyra). CHHMIA 1IBET cOOTBETCTBYeT T35,
kpacHblif - T6. U3 Belyaev et al., 2021a ¢ uameHeHusaMu.

bopmupyeTcst U3 mapbl YUCIUTENb/3HaMeHaTelNb (BBIOPaHHOM ITyTeM CpaBHEHMsSI BCEX JJOCTYITHBIX
KoMOMHaimi) u 3HaueHuit korpduunentoB Ks u Kr (HalinenHsix ¢ nomousto Microsoft Excel
Solver Add-In), xotopeie BMecTe naror 3HaueHuss aROM ¢ mMuHHManbHBIM SD OT 3TaTOHHBIX
amrmutyn aROM Ha Bceli BHIOOpKE U3MEPEHHBIX CYXUX CKEJIETOB.

CrouT OTMETHUThH, YTO KaJHMOpPOBOUHBIE KO3(PUIMEHTH MOAOUpanuCh HE Uil KaxI0ro
MEKITO3BOHKOBOTO COWJICHEHHUS 110 OTJEIBHOCTH (3TO JIMIIMIIO ObI CMBICIIA BCIO MPOLEAYPY, TaK
KaK TOI/la KaluOpOBOYHbIE KOX(PUIMEHTHl HENIb3s ObUI0 OBl HCIOJNB30BaTh B KauyecTBE
YHHBEPCAIBHBIX KOHCTAHT JJISi BCETO MMO3BOHOYHMKA), & JUISI BCEX CYCTaBOB U3 OINPEICICHHOTO

oTAcaa MO3BOHOYHOI'O cTojida ¢ OIMPECACIICHHBIM THIIOM (l)aCGTOK COYJICHOBHBIX OTPOCTKOB.

2.3.2 Bb100p uncanTe s U 3 HAMEHATEJIs
OcTteoMeTpuyecKkue mapamMeTpbl, UCHOIb3yeMbIE I MOA00pa YUCIUTENS U 3HaMEHaTes,

HO,[[6I/IpaJ'II/ICB HEC TOJIBKO U3 COO6p3.)KCHPII>i COOTBECTCTBHUA TCOpCTH‘-ICCKOfI FCOMeTquCCKOﬁ MOICIIN
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MOBOPOTA IMO3BOHKOB JIPYT OTHOCUTENILHO APYTa, HO U U3 COO0pakeHH y1o0cTBa N3MEpPEHHs Ha
CKeJIeTHOM Matepuaze. Cxema U3MepeHUll MO3BOHKOB U3 Pa3jIMUYHbIX OTAEJIOB MpEACTaBIcHa Ha
npumepe oIl Ha Puc. 9, u Ha npumepe yenoseka Ha Puc. 10. [TonpoOHoe onrcanue nusmMepeHui
Y PacCUMTHIBAEMBIX Ha UX OCHOBE MapaMeTpoB B cpaBHeHHH ¢ Ky3HenoBbiM u Tepemenko (2010)

npexacrasiieHa B Tabmure 2.

Ta6uauna 2. 3amMepsl 1 paccunThiBaeMble tapameTpsl (cM. Puc. 9, 10)

HccnenoBanue
2010 * | 2021 ** Onucanue
Lpre_left
Lpre_right
Lpost Ief JUTHHBI (haCeTOK JIEBBIX M MPABBIX MPe- U MOCT3Uranopu30B
Lpostﬁright
Dpre Dmax_pre | HambompImas mmprHa MeX Iy JaTepaabHBIMH KpasiMU (paceTOK Maphl JIEBOTO U
Dpost Dmax post | TpaBoro mpe- u noct3uranohuson
3ameps et Dmin_pre | HauMEHBIIAS IMUPUHA MEKITY MEIUATBHBIME KPassMU (paceToOK Maphl JICBOTO U
Dmin post | TpaBoro mpe- u NOCT3Uranohpu3on
HET g;;:t HawuGospmias muprHa MEpeHEro U 3aIHET0 TOPIIA Teja TO3BOHKA
Qpre_right Paccrosinue mexty HUKHEW TOUKOM MepeHero Wiy 3aHero Topia Tena
Qpre_left MO3BOHKA U HaWOOJIee yIAICHHOM YacThiO (DACETKU JICBOTO U MTPABOTO
Qpost_right npesuranodusa (B cirydae repeIHero Topia Teja Mo3BOHKa) Ul
Qpost left nocr3uranodusa (B ciayuae 3aJHEro Topia)
HET Wore [IupuHa (haceTok mpe- U MOCT3UranodGu3on
PaccuuThiBaeMbIe Woost
MEpPEMCHHbBIE Rvert TeopeTrueckuii paJinyc CaruTTAIBLHOTO BPAIICHUS
D/2 | Ruiat TeopeTnueckuil panyc JaTepajibHOro BpalleHuUs

* Kysuenos u Teperuenxko, 2010
** Belyaev et al., 2021a

[Tpu mogbope oNTUMAaTBLHOTO YUCTUTENS MPOBEPSITUCH T€ TMapaMeTPhbl, KOTOPhIE MOTIIA ObI
OTpakaThb XOpAbl (HaceTOYHBIX Iyr MpPH JBWKEHUH. B OCHOBHOM ATH 3aMephbl CBSI3aHBI C
daceTkamu Ha mapax mpe-/mocT3uranodus3oB JIBYX COCEIHUX MO3BOHKOB. Tak, MpoBepsiach UX
JMHA (Lpost 1 Lpre) W mmpuHa (Wpost © Wpre; Dmax post # Dmax pre). Takoke ans unciautens
MpoBepsUIach IUPHUHA KOHIIEBBIX TUIACTUHOK TeNl MO3BOHKOB (Bpost U Bpre). s 3HaMeHatens
MIPOBEPSUIHCH BCE YAOOHBIE 3aMEPhI, KOTOPBIE MOTYT OTpakaTh paauyc BpameHus (Q, Dmax/2, B,
Rvert, Rlat) (CM. Puc9u 10)

Jns gucnurens mapbl Dmax post © Dmax pre, @ Takke Bpost U Bpre Mcnosnb3zoBanuch 0e3
JIOTIOJTHUTEIBHBIX pacueToB. s JBYCTOPOHHHMX 3aMEPOB B pacyeTax MCHOJIb3YIOTCS CPEeAHUE
3HAYCHUsI IEBOU U MIPABOM CTOPOH, KOTOPOE OOBIYHO HE3HAYUTENILHO OTIMYAIOTCS IPYT OT JApyra:
Lpre = (Lpre_left + Lpre_right)/ 2, Lpost = (Lpost_left + Lpost_right)/ 2
Wpre = (Dmax _pre = Dmin Jre)/ 2, Wpost = (Dmax . post = Dmin Jaost)/ 2

B mape cooTBeTcTBYyIOLMX IpYr JIpYry pa3MepoB JIByX COCEOHUX MO3BOHKOB (''post" -
BIIEpEAMIIeIKAIIEro 1 "pre" - mo3aausesKkaniero) oospiiee 3Ha9YeHUE paccMaTpruBaeTcs kak "long",

a MeHblnee - kak "short" aiis yucnureneit popmy:
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L

pre_left

Puc. 9. Uamepenust mo3BoHkoB. [1o3Bonku oBItbl Ovis aries (ZMMU S-102061) C6 (Rf cycraBsr;
neBast koioHka: a-T), T9 (Tf cycrassl; cpennsisi kononka: a-3) U T13 (RfL cycraBbl; mpaBas
KOJIOHKA: U-M), U300paKeHHBIE B OJHOM MacIiTabe criepeny (BepXHUU P a, 1, 1), c3aau (BTOPOr
psa: 6, e, K), ¢ IeBOoro 0oka (TpeTuil ps: B, X, J1) U CBepXy (HUKHUHU PSI: T, 3, M; IEPE/IHAS CTOPOHA
cieBa). VI3MepeHus moka3aHbl YEpPHBIM, pACCUMTHIBAEMbIE Ha UX OCHOBE IapaMeTphbl MOKa3aHbI
KpacHbIM U BblJeNeHbl KypcuBoM. U3 Belyaev et al., 2021a ¢ nuamMeHeHUAMHU.
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pre |

Puc. 10. N3mepenus no3BoHKoB. [lo3Bonku uenoseka Homo sapiens (KA 25) C4 (Rf cycrasbr;
neBas konoHka: a-T), T4 (Tf cycraBsr; cpenusis kononka: n1-3) u L4 (RfL cycTaBsr; mpaBast KOJOHKA:
U-M), U300paXeHHbBIE B OTHOM MaciiTabe criepenu (BepXHUM psia: a, 1, u), c3aau (BTopoi psia: O,
e, K), C JIeBoro OoKa (TpeTuid psAI: B, XK, J1) U CBEpPXYy (HIDKHHM PSII: T, 3, M; MEPEIHSS CTOPOHA
cieBa). Vi3MepeHust moKa3aHbl Y€PHBIM, PACCYMTHIBAEMbIE HA MX OCHOBE MapaMeTphl MOKa3aHbI
KpacHBIM U BBIJIEIICHBI KypcuBoM. U3 Belyaev et al., 2021a ¢ u3MeHEHUSIMH.
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Llong = MAX(Lpost:Lpre), Lshort = MIN(Lpost:Lpre)-

Wlong = MAX(Wpost:Wpre), Wihort = MIN(Wpost:Wpre)

Dmax_long = MAX(Dmax _post:Dmax _pre), Dmax_short = MIN(Dmax _post:Dmax _pre)
Blong = MAX(Bpost:Bpre), Bshort = MIN(Bpost:Bpre)

B kauecTBe 3HaMeHATEIsT HUCIOJIb30BAIMCEL BCE 3aMEphbl, KOTOPLIC CIIOCOOHEI BBICTYIIATH B
Ka4€CTBE paguyca IIpHu BpallCHHUH. B 4ucio BO3MOXXHBIX 3HaMeHaTelel BOILUIA Kak CpE€aHue
3HAYCHUA (preI[HeHI/Ie MMPOU3BOAUTCA MCKAY COOTBCTCTBYIOIIMMU 3aMCpaMU Ha O6paH_[eHHbIX
JPYT K JAPYTY TOPLAX CMEXKHBIX MMO3BOHKOB), MOJyUYCHHbIE U3 MPsSMBIX 3amepoB Q, D, B, Tak u
paccunTaHHbIE Ha WX OCHOBE Ryert, Riat. Dmax JUIS 3HaMeHarenst NENWTCS HA J[BA, YTOOBI
HCIIOJIB30BATh €TI0 B KAYCCTBC paJinuyca:

Dmax/2 = (Dmax _post T Dmax J)I‘C)/ 4
B = (Bpost + Bpre)/2

Q = (onstileft + onstiright + Qpreﬁleft + Qpreﬁright)/ 4
Riat = B + (Dmax - B)/2
D 2

Ryert =,/ (Q% — %)

Jns kaxxaoro tuna (aceTok 3uranodu3oB (3 TUNa) WK OTAeNa T03BOHOYHKKA (3 oTaena),
a Takke I KaXIOW COCTaBISAIOLIEH MEXII03BOHKOBOW MOIBMXHOCTH (3 THma) ObUIM
IPOTECTUPOBAHBl BCE BO3MOXKHbIE KOMOMHAIMM yuciuTens/3HameHarens (20 komOuHauumii) B
pa3IUYHBIX KOMOMHAIMAX HccienyeMblx BuAOB (12 moaBelOOpOK, BKIIOUas pa3IUdHbIE
NoABBIOOPKH O Habopy oBer U cBuHel). [Ipu BbIOOpEe HMTOroBHIX (GOPMYT MPEANOYTEHHE
0T/AaBajJoCh GopMysIaM ¢ HU3KUM SD Mex 1y paccuMTaHHBIMU U in vitro ammuntynamu aROM st
Pa3HbIX BUJOB, IIPU 3TOM HMEIOIINE OJUHAKOBBIE MMAPhl YHCIUTENb/3HAMEHATEIb U OJJMHAKOBbIE

sgayenus Ks u Kg.

2.3.3 MoaudpunupoBannas (popmyJia AJsi MeKIMO3BOHKOBBIX CYCTABOB, OCHAIIIEHHBIX
OrpaHUYIUTEIIEM CATUTTAJIBHOTO0 pa3rnﬁaﬂnﬂ
OCOOEHHOCTBIO  TMOSICHUYHO-KPECTIIOBOTO ~ CyCTaBa Yy  TApPHOKOMBITHBIX  SIBISIETCS

3HAYUTEIBHOE yBEIWYEHHE MITyOMHBI 3a(aceTouyHOro MPOCTPAHCTBA MO3aaU Ipe3uranopuzon
nepBoro kpectoBoro mo3BoHka (S1). ITlo3agm 3uramodu3oB pacmomaraercs oOmupHas
3apacerounas simka. Ee 3amHsAs cTeHka oOpasyeT cTomop JUlsl MOCT3Uranousa MocieIHero
nosicHuuHoro no3BoHka (Puc. 11 r). Takum o6pa3oM, noct3uranopus MOCIEAHErO MOICHUIHOTO
MO3BOHKA MOXET IMPOCKAJIb3bIBaTh MO Mpe3uranousy MepBOro MOSCHUYHOTO U CYIIECTBEHHO
BbI€3XKaTh 3a TPaHUIIBI €ro cycTaBHOU (aceTku. Ilpu 3TOM 3amHss cTeHKa 3aaceTouHO sIMKU

NpeaACTaBIIsICT c000M KOCTHBIN MeXaHUYEeCKUM OrpaHUYUTCIIb TAKOTO BHIABUIKCHUA.
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N3menenune reomerpun S1 CBS3aHO ¢ pa3BUTHEM CArMTTAIBHOW TMOKOCTH B TMOSICHUYHO-
KPECTIIOBOM CYCTaBe, YTO XapaKTEPHO Kak il MapHOKONbITHEIX (['amGapsiH, 1972; IIputbimuyk,
1975; Gal, 1993) (cm. Puc. 11 n-3), Tak u st qpyrux rpynn muekonuratonmx (ITsmsimmayk, 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). [Ipuuem, nanusie [[x.
lan (Gal, 1993) nmnst OBIBI MOKA3bIBAIOT, YTO YBEIMUYCHHE aMIUTUTYAbl SB B MOsSCHUYHO-
KpPECTLOBOM CYCTaB€ IPOUCXOIUT Y MApHOKONBITHBIX B IEPBYIO OUEPEb 3a CUET JOPCAIbHOMU
9KCTEH3UH, @ HE BEHTPAJIbHOH (IIeKCHH.

B cranpmaptHoit dopmyne i pacuera SB aROM pasmax JABMKEHHST B CyCTaBe
CKJIaJpIBaeTCs U3 IBYX KomroHeHT (Puc. 11 a), nepBast KOMIIOHEHTA IPEACTABISIET COOO0M YIIIOBYIO
Pa3HHULLY o MEXy JUIMHHAMU OYT (paceToK MOCT3Uranodos u npe3urano@usos JBYX MO3BOHKOB B
cycraBe. BTopoii KOMIOHEHT — 3TO yIyioBas A0 S 6oee KOPOTKOM (aceTKu, KOTOpasi BHIXOAUT
3a TpaHUlBl Oonee MIMHHONW ¢aceTku B JABYX KpalHUX TMOJIOKEHUSX (ompernensercs
kodpunmentom Ks); 3TOT yron ymBamBaercsi, TOCKOJIBKY OHA KpaiHss TOuka 0OyCIOBJIEHA
crubaHuem, a pyras — pa3ruOaHueM. YIIbl PaCCUUTHIBAIOTCS U3 OTHOMICHHS JJIUH Liong U Lshort
IBYX (haceToK, U3MEPEHHBIX B CAarUTTAIbHON IMJIOCKOCTH, K paccTosHUIo (panuycy) KreRyerr OT
LeHTpa BpaieHus SB B cycTaBe /10 Tyru CyCTaBHBIX TOBEPXHOCTEH.

B cycraBe ¢ kpectiom, Onmarogapss HaJWM4YUIO CTOMOPHOW SIMKH, MOXKHO OYEHb TOYHO
OTNPEAETUTh Yroj TUIEPIKCTEH3UU B MOSICHUYHO-KPECTLIOBOM CYCTaBe, MOCKOJbKY CTONOpHAas
SMKa, paclojioXkKeHHas 3a mpesuranopuzamu S1 OfHO3HAYHO ONpeneNsieT MojokeHne (aceTok
NOCT3Urano(u30B MOCIEIHEr0 MOSCHUYHOIO II03BOHKA IPU MAaKCUMAaJbHO BO3MOYKHOM
JopcallbHOM 9KCTeH3uu B cycrase. s pacuera SB aROM B mossCHUUHO-KPECTIIOBOM CYCTaBe
BBOJUTCA clienuaibHas ¢opMyia, UMeEomas 1Ba BapuaHTa. Vcronb30BaHHWE TOTO WM UHOTO
BapuaHTa 3aBHCUT OT TOrO, Kakas Xopja Iyrd Oombiue: AmuHA Lpost haceTok mocrtiuranogos
MOCJIETHETO MOSICHUYHOIO MO3BOHKA WK JANMUHA Lpre haceTok mpesuranopuzon S1 (obe mnHBI
yYCpenHstoTCs A JeBoi U npaBoil gaceTtok). Korma Lpost<Lpre, TO €CTh Lshor=Lpost U Liong=Lpre

(Puc. 11 0), SB aROM paccuntbiBaeTcs B pajuaHax Kak:

@ = [Zarcsin(Lpre/(z.KR'R\/er[)) — 2arcsin(|_pgst/(2'KR.Rvert))] + KS’2arcsin(Lp05[/(2'KR’R\/ert)) + 2arcsin(Lfossa/(2'KR.R\/ert))
\ ] | J | J

(L | |
g ’ [5]
Korna Lyost=Lypre, TO €CTh Liong=Lpost ¥ Lshor=Lpre (Puc. 11 B), SB aROM paccuutsiBaercs B
pajnaHax Kak:
0= \Ks.zarcsin(Lpre/(zoKR-Rven)? +kzarcsin(Lfossa/(z-KR-Rven)} [6]
! !
B I
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Puc. 11. TunepskcTeH3us B MOSCHUYHO-KPECTIIOBOM CycTaBe. JIeBast KOJIOHKA - MEXaHUCTUYECKUE
cxeMbl (pu BUe cOoKy) s pacuera SB aROM c ucnonb3zoBaHueM AJIMH PaceTok 3uranopu3os:
(a) oOmmit cimyuyail 6e3 orpaHuuuTens s crubaHus U pasrubanus; (0, B) ABa ciydas C
OTPaHUYHTENIEM SKCTCH3HH, PACIIOJIOKEHHOM Ha KayJdaJbHOM ITO3BOHKE B Tape (31ech MepBBIN
KPECTIIOBBI MO3BOHOK) HA PAcCTOSHUU Lfossa TO3a70 ero (haceTku mpe3urarmou3oB; CTOTOP
OTPaHUYMBACT CKOJBKEHUE HA3a] TIOCT3UTAoO(pH30B BIIEPEIUIICIKAIETO TO3BOHKA Maphl (37eCh
nocieHuil nosicHUYHbIN); (0) daceTkn mpe3urano@us3oB Mo3aaUIeKaIIEro NO3BOHKA JJIMHHEE
daceTok moct3uranopu3oB Brepenuiexamero Mo3BoHKA (Lpost<Lpre); (B) TPOTHBOMONIOKHOE
cootHomeHue JAIUHBI (Lpost>Lpre). IlpaBas KkojoHKa OTOOpaskaeT CTpOEHHE MOSCHUYHO-
KpectioBoro cyctaBa y Capra falconeri (ZMMU S-181396): usmepenue JUIMHBI 3aaceTOUHBIX
AMOK (Lfossa) Ha TIEPBOM KPECTIIOBOM ITO3BOHKE Ha BUJIE CBEpXY (T) M mpeaessl pasrubanus (e, 3)
u crubanus (1, ’K) Ha BUAE cBepXy (1, €) U Ha Bujae cieBa (k, 3). M3 Belyaev et al., 2022a ¢
WU3MEHEHUSIMHU.
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Lfossa — 9TO AsinHa 3a¢aceTOUHBIX SIMOK IMpe3uranousoB, B3sATas Kak cpelHee 3HAuCHUE
COOTBETCTBYIOIIMX U3MEPEHUN Ha JIeBoM u npaBoit ctopone S1 (Puc. 11 ).

B ciyuae Lpos>Lpre (Puc. 11 B), cymmaphsbiii SB aROM B 0ICHUYHO-KPECTIIOBOM CYCTaBe
[5] paBeH cymme yrima 7y, COOTBETCTBYIOHIETO UIHMHE Lfossa 3adpaceToOuHOM SMKH, W yria f,
cooTBeTcTBY!oLIEro fojie Ks 6osee KOpoTkoii aceTku, Ha KOTOPOl OHA TepsieT KOHTAKT ¢ OoJee
JUIMHHOW (haceTKoil BO BpeMs BEHTPaIbHOW (uiekcMH. B MOSCHMYHO-KPECTIIOBOM CyCTaBe
UCToNb3yeTcsa TO ke 3HaueHue Ks, 4To m Bo Bcex Bmepemmiexammx cycraBax ¢ RfL tumom
dacetok. [Ipu Lyost<Lpre (Puc. 11 6) pesynprupyromuii SB aROM B nmoscCHUYHO-KpPECTIIOBOM
cycraBe paBeH [4] cymMMe yIIIOB 9, ff M @, 4TO COOTBETCTBYET pa3HUIIE B JJIMHE 00jiee KOPOTKOU U
Oonee NIMHHOM (aceTok.

Jliist 6ereMoTOB XapakTepHa CX0Xkas C MOSICHUYHO-KPECTI[OBBIM CYyCTaBOM CIICIMATM3ALNs B
otnene Tf cycTaBoB (IeBATh KpaHUATIBHBIX TPyAHBIX cycTaBoB) (Puc. 12). B kaxaom Tf cycrase
npe3uranodusbl UMET TyOokue 3adaceToyHble SIMKH, 3aHAS CTEHKAa KOTOPBIX CIIYKHT
OTPaHUYMTENIEM JUIS BBIABMDKEHUS IOCT3Uranmo(u30B BIEPEIMIICKAIIETO IO3BOHKA W,
COOTBETCTBEHHO, OTPAaHMYHMTEIIEM SKCTEH3MHM B cycraBe. J[Js Takux cycTaBoB y Oeremora
ammumutyasl SB aROM 0wl paccynTanbl 10 METOAY, 0OOCHOBAHHOMY BBIIIE 7SI TOSICHUYHO-
KpecTioBoro cycrasa. [Ipu pacuere ucnonb3oBanuch 3HaueHus kodpduiuentoB Kr u Ks mas T

CYCTaBOB.

2.3.4 ®opMyJibl Il TO3BOHOYHOIO CTOJ10a, PA3JIMYHBIX OT/1€J10B MO3BOHOYHUKA U
Pa3JIHYHBIX THIIOB (paceToK 3uranopuson
Nznagansno A.H. KysuenoeiM u B.C. Tepemienko Obia npeanpuHsaTa MONBITKa MOa00pa

YHMBEpPCAJIBHBIX (GOpPMYa sl pacyeTa pa3MYHBIX COCTABISIOMIMX  MEKIO3BOHKOBOM
MOABIKHOCTH TSI BCEX CYCTaBOB MTO3BOHOYHOTO CTOJIOA (HAYMHAsi OT BTOPOTO MIEHHOTO CycTaBa
W 3aKaH4YMBas TMOCIEIHUM TOSCHUYHBIM cyctaBoM; KysnemnoB u Tepemenko, 2010). Omgnako
UCIOJIb30BaHHE YHUBEPCAIbHBIX (GOPMYI HE MO3BOJIMIIN JOCTATOYHO TOYHO paccUUThiBaTh LB u
AR aROM.

[Tooaromy momumo mnowucka obumux (opmyn B Hameill pabore (Belyaev et al., 2021a)
OCYIIECTBIISIICS MOA00p pa3fAeNbHBIX (OPMYIT TSl PA3IMIHBIX OTIEIOB IO3BOHOYHOTO CTOJI0A H
CYCTaBOB C pa3JIMYHBIM THMOM ¢aceTok 3uramnoduszoB. B xome paboTel ¢ MaTepuasoMm ObLIO
OTMEYEHO, YTO YHUCIO MO3BOHKOB B MO3BOHOYHOM CTOJIOE M €ro OTJNEeNax, TakK K€ Kak YHCIO
CyCTaBOB ¢ (haceTKaMH OIPENEICHHOTO THUIAa W TPAHHIIBI MX TIEPEXOJI0B MOTYT BapbUpPOBATh.
KonmndecTBo MeHHBIX, TPYAHBIX W TMOSCHUYHBIX IMO3BOHKOB, a TAaK)KE MEPEXO/bl OT OJHOTO THIIA
(acerok 3urano@us3oB K IpyroMy B MOJAEIbHBIX JAaHHBIX U Y OTIEIbHBIX M3YUYECHHBIX CKEJIETOB

npencTanieHsl B Tabmure 3.
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Puc. 12. ®acetku npe3urano@us3oB B IPyIHOM OT/AEN€ y THIIONOTaMa MpH BHUJE CBEpXY (a-B),
Ipy/AHbIE TIO3BOHKHM pa3HbIx ocobel. CyctaB rpyanoro otaena (Hippopotamus amphibius ZIN
24305), Bua cieBa: CTONOpHAs SIMKa B HEHUTpalbHOM TMoONOXKeHHe (T), MpH MaKCHMalTbHON
nopcanbHoi kcTen3uu (). U3 Belyaev et al., 2022a ¢ u3aMeHeHUsMHU.

Cranpmaptuele meiHble cycraBbl Miekonurtatonmx (C2-C7) xapakrepusyrorces Rf
¢acerkamu (Puc. 18, Puc. 2B, Puc. 9a-r), nepexon mexxay Rf u Tf THnmom oO6b14HO MPOUCXOAUT HA
nepBoM TpyaHoM mo3BoHKe (T1). ¥V mroxeit panuanbHbie CyCTaBbl B MIEHHOM OT/IEIE OTINYAOTCS
ot Tf cycTaBoB IpyAHOro OT/€/Ia MEHEee OTYETIIMBO, YeM Yy JIpyrux miekonutaromux (Puc. 9 a-r,
Puc. 10 a-r). CycraB C7-T1 xapakrepusyercsi paauaibHbIMU, a cycTaB T1-T2 TaHreHIHaIbHBIMU
¢dacerkamu 3uranouszoB. DTO CHpPAaBEAJIUBO IS BCEX MOJEIBHBIX BHJIOB, MHOABHXKHOCTBH

MO3BOHOYHOTO €T0J10a Y KOTOpBIX ObLTa u3yueHa in vitro. RfL ¢acerku (Puc. 21, Puc. 9 u-m, Puc.
42



10 u-m, Puc. 11) xapaktepHbl 1151 BCEX MOSCHUYHBIX CYCTaBOB, & Y HEKOTOPBHIX BUIIOB W IS
HECKOJIBKMX TOCIETHUX TPYIHBIX cycTaBoB. Cpemu MonenbHbIX BuaoB mnepexox ot Tf x RfL
CycTaBaM COBIIAJAET C MEPEXOJOM OT I'PYAHOIO K MOSCHUYHOMY OT/AENY IO3BOHOUHHUKA TOJIBKO Y
yenoBeka (RfL cycraBsl B rpygHOM oTaene OTCYTCTBYIOT). HampoTuB, y Bcex MOJIENbHBIX
napHOKONbITHBIX Iepexon oT T k RfL cycTtaBam pacnosioxeH Ha HECKOJIBKO CyCTaBOB BIIEpPEIU OT
TPaHUIIBI MEXIY TPYAHBIM (HECYLIIMM pedpa) U MOSICHUYHBIM (HE MMEIOMIMM pedep) oTaenamu
NO3BOHOYHHKA. [lepexoHbIM O3BOHKOM, Ui KOToporo xapaktepHsl Tf npesuranodusst u RfL
MOCT3UTaNO(U3bI, ABISICTCS (CUUTAsE C KOHIA) TPETHH TPYAHON MMO3BOHOK Y Bos, co 2-T0 110 4-i y
Ovis u ¢ 4-ro o 6-it y Sus (Ta6n. 3). UuauBuayanpHash U3MEHUYUBOCTh B YHCIIE TPYIHBIX U
MOSICHUYHBIX TIO3BOHKOB, a Takxke B nepexone ot Tf k RfL cycraBam y onHoro Buja pazinuyaercs

He OoJiee YeM Ha OJIFH WJIU JIBa ITO3BOHKA (CyCTaBa).

Tadnmumpna 3. Pernonanuszanus HO3BOHOYHOIO CTON0Aa Yy M3Y4YeHHBIX ocoOeil. OTkiIOHeHus
M3YyUYCHHOTO MaTepHajia OT STAJIOHHBIX JAHHBIX 0003HAYEHO >KUPHBIM MIPU(TOM.

KooK [To3BoHOuHas popmyia [epexon Mexay Tunamu dacerok
Bun Tf xk RfL
HOMeEp MogenbHble Oco0b Rf x Tf
MojenbHbie 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 [CHATHOL e iaTe6L | T1 10 T10
IEE 1633 7C+14T+4L T1 T10
Bos taurus ZMMU S-102026 7C+14T+6L T1 T12
IEE 1932 [CHIBTHOL e aTvel | T1 12 T12

PaccornacoBanue B nepexozae Mexay rpyaHbIM/osicHUUHBIM oTenoM U T{/RfL cycraBamu
y TapHOKONBITHBIX OBLJIO HCHONB30BAaHO JUIsI TMPOBEPKH ToyHOCcTH pacuyeta aROM ¢
UCTOJIb30BaHHEM (OpMyIl, aJanTHPOBAHHBIX JJs PA3IMYHBIX OTAEIOB MO3BOHOYHMKA U
pa3IMYHBIX TUMOB (haceTok 3uranodu3os. O6e nmapsl GopMys CPaBHUBAINCH C YHUBEPCATbHBIMU
dbopMyniamMu, ONTUMU3UPOBAHHBIMU JJISI BCEH TYJIOBHUIIHOM YacTH MO3BOHOYHMKA (Tabmwmia 4).

Pacuer ammutyn aROM ocymectBisiics 17 Bceil BBIOOPKH MapHOKOMBITHBIX. [lockobKyY
JUISL KaXK/10T0 M3 BUI0B OBLIO M3YYEHO Pa3HOE KOJIUYECTBO CYCTaBOB, KpUTEPHEM JUISI ONIPEIeTICHHS
ONTUMAJILHOW (OpMyJIbl OB HaMeHblIee cpenHee SD Mexy pacCUnTaHHBIMHU U STAJIOHHBIMU

ammumutygamu aROM y Tpex Bunos, T.e. (SD Ovis + SD Sus + SD Bos) / 3. D10 no3Bonuio
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n30exaTh mepekoca Mmpu moadope KamMOpOBOYHBIX KOI(PPHUIIMEHTOB B TOJIb3Y TEX BHJIOB, IS
KOTOPBIX OBLIO N3yueHO OOoJIbIIIee KOJMYECTBO CYyCTaBOB. Takoi mepekoc mpou3oiesn Obl, eciiu Obl
ONITUMU3AIMS TPOBOJMIIACH ITyTeM MUHUMU3auK oomiero SD, 1.e. SD (Ovis + Sus + Bos).
[Tepen xannbpoBKoil k03¢ PUIIUEHTOB B HhOPMYIIax OCYIIECTBISIICS KOHTPOJIb COOTBETCTBUS
yuciia IPyIHbIX/TOsICHUYHBIX 103BOHKOB U T1/RfL cycTaBOB y H3yUeHHBIX CKEIETOB M MOAEIbHBIX
x*uBOTHBIX. Ecnu mepexon mexay Tf u RfL Tunom cyctaBoB miu rpyiHbIM ¥ MOSCHUYHBIM
OT/AEJIOM TO3BOHOYHHMKA HAXOMUTCS y H3YyUYEHHBIX CKEJIETOB
KayJjaJIbHEee, UeM Y MOJIEIbHBIX )KUBOTHBIX, TO U30BITOUHBIE ITPEIIEPEXOIHBIE CYCTABbI y CKEJIETOB
UCKJIIOYAJIUCh M3 pacueToB. Eciau mepexon NpPOUCXOAUT KpaHUAIbHEE, YeM Y MOJEIbHBIX
KUBOTHBIX, TO HCKJIIOYAJIUCh H30BITOUYHBIC NPEANEPEXOJHbIC A3TAJOHHBIE CycTaBbl. Jlpyrumu
CJIOBaMHU, U3 pacyeTa UCKIII0HaINCh Bee "M30bITOUHbIE" pea- 1 noctnepexoansie T cycrapsl (ais
dopMya, alanTUPOBAaHHBIX K THIaM (HaceToK) WM “JIMIIHME” IpyAHble cycTaBbl (i Gopmy,
a/IalTUPOBAHHBIX K OT/AEJIaM I03BOHOUYHUKA). CTOUT OTMETUTh, YTO 3TAJIOHHbIE JaHHBIE OCEBOTO
ckpyunBanus g cycraBa T10-T11 y osen (Wilke et al., 1997a, 6) npencraBnsitoT co0oi cMech
ocobeil ¢ Tf u RfL Tunom ¢acerox. [103TOMy MbI UCKITIOUMIN 3TOT CyCTaB OBELl U3 IPOLEAYPbI
KaTuOpOBKU (OPMYIL.

2.3.5 lloxoop ko3¢ dpuuueHToB
B pesynprate wucnonb3oBaHus uHCTpymeHTa “Tlouck pemeHuid” ONTUMAalbHBIE

(o6ecneunBatomue MuHUManbHoe SD) 3HaueHus kospounrentoB Ks n Kr yacto okaspiBarorcs
HeecTecTBeHHO Oonbmmmu (>>1). T'eomerpuueckun Kgr>>1 o3Ha4aer, 4To OChH BpallleHUs
pacmojoXeHa JajeKko 3a IMpeleilaMHd MEXIO3BOHKOBOro aucka (Puc. 8 e), uro mpoTruBopeduT
MMEIOLIUMCS SKCIIEPUMEHTAIIBHBIM JAHHBIM O TIOBEJJICHMU MTHOBEHHBIX OCEM B MEKIO3BOHKOBBIX
cycraBax (Qiu et al., 2003, 2006; Schmidt et al., 2008). Ks>1 o3HauaeT MOJIHYIO MOTEPIO
B3alIMHOT'O HaJeraHusl CyCTaBHBIX MOBEPXHOCTEW IMpe- U MOCT3Urano(us3oB, U4TO SBISETCS AJIS
MJIEKOIUTAIOIINX HEBO3MOXKHBIM (ciydail Ks=1 moka3zan Ha Puc. 8 B). O0a »TH BapuaHTa Mbl
paccMarpuBacM Kak HEBO3MOXKHBIE.

[TosToMy OBLIM BBEJECHBI OTPAaHUYEHUS JJIS BO3MOXKHBIX 3HaueHHUH kod(p¢uiento Ks u
KR. Buto ycranoBneno, 4o 3naueHus kodgpduinenToB Ks 1 Kr MOHOTOHHO B3aMMOCBSI3aHbBI: 4eM
Bblllle 3HayeHHe Ks, TeM BbIllle COOTBETCTBYIOLIEE eMy ONTHMajibHOe 3HauyeHue Kgr, mpu stom
Bcerna Kr>Ks. Ecnu “Ilouck pemenmii” mokassiBaj, YTO MUHMMailbHOEe SD nocturaercs npu
Kr<1 (mpumeps! nokaszansl Ha Puc. 8 1, 1), T0 Ks<I (mpumep noxka3zaun Ha Puc. 8 a, 0), u 3HaueHUs
06oux kodh(UIHEHTOB (UKCHPOBATUCH KaK OKOHYarenbHOoe pemieHue. OpHako, eciu
ontuMaiapHoe 3HaueHne Kr>1, To 3HaueHue 3Toro ko3duirenTa ycraHaBInuBaioCch paBHbIM 1
(Puc. 8 1), a onTumanbpHOe 3HaueHUe kodpduirenta Ks He3aBUCUMO OAOUPATOCH C TTIOMOIIIBIO

“IToncka pemeHnin”.
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2.3.6 Ilogoop popmya1 st pa3jMUHbIX TPYI KUBOTHBIX
OueBuaHBIM 00pa3oM, HAUOOJBIIYI0 TOYHOCTh pacyera amiuiuTys aROM obGecneunBaroT

dopmynbl,  aganTUpOBaHHbIE  (HAWIy4Yllee  COUYETAHUE  YHUCIWUTEIb/3HaMEHAaTellb) U
otkanuopoBanHbie (Koddurmentsl Ks n Kr) 1y koHkpeTHbIX BU0B. OHAKO, 3()PEKTUBHOCTD
OOJIBIIMHCTBA W3 3TUX BAPUAHTOB OKA3bIBAETCS BECbMa HM3KOW MpPH IEPEXoJie OT OJIHOTO
MOJICJTHHOTO KMBOTHOTO K JIPYrOoMy — KOMOWHAIIMH, Jaromue HU3Kyr SD y ogHMX 0OBEKTOB,
JIaroT BbICOKylo SD y apyrux. 3To cBsi3aHO, B TOM 4HCJE, C CYIIECTBEHHBIMH OTIMYUSMHU B
ONTUMAJIFHBIX 3HaUeHUsX napbl kodhduurentoB Kr u Ks Mexay pa3HbIMH BUJAMU MOJAEIBHBIX
KUBOTHBIX. Kak ciencreue, momooHbIe GOopMyIIbl HMEIOT OUYeHb HU3KHIA MMOTSHITHAI JUIS pacueTa
MOJIBIKHOCTH Y APYTUX BUAOB KUBOTHBIX, JIJISI KOTOPBIX MBI HE UMEEM MOJICTBHBIX JaHHBIX. 1o
9TOM MpPUYUHE MPH MOAOOPE UTOTOBBIX PACUETHBIX (OpPMYI OTAABAIOCH MpEANnoYTeHue Oosee
YHUBEPCAJIbHBIM COUYETAHUSIM, KOTOPbIE CIOCOOHBI MOKa3bIBaTh BBICOKOE MPHUOIMKEHHE Ha
Pa3ITUYHBIX MOJICIBHBIX BUIAX ITPH UCTIOJIB30BAaHUH O0IIUX /IS BceX KodddunneHnTos. B monckax
6onee oOmmx opmyn st aROM MBI TPOTECTHPOBATN PA3TUYHBIE TOBBIOOPKHU IO YEIOBEKY H
MapHOKOMBITHBIM. KOpOBBI  MCHONB30BANMCH JJII ONTUMHU3ALUK  (POPMYNI TOJBKO IS
rpyaHoro/nosicanyHoro otaenoB u Tf/RfL cycraBoB u3-3a OTCYTCTBHS in Vitro AaHHBIX JUIS
mIeitHOTo oT/AesNa no3BoHouHuka (Tabmuua 1).

Jlnst mpenoTBpamieHus OMIMOKHW, CBSI3aHHOW C KMCMOJB30BAaHUEM JUIsI TOMCKAa HMTOTOBBIX
KOA(P(UIIMEHTOB TaKUX JaHHBIX, KOTOpbIE MOTYT 3aKkjilo4arh B cebe cHcTeMaTH4YecKoe
OTKJIOHEHHE OT MOJICNbHBIX (JETEPMUHUPOBAHHOE, MPEANONIOKUTENHHO, Y3KOH OHOIOTHYeCKON
crierain3anueil ), HauMeHbInas SD He3aBUCHMO OIEHUBAIACH B Pa3IMYHBIX HA00paX )KHBOTHBIX.
N3ydyeHHbIe OBIIBI U CBUHBU OBUTHM Pa30UThI Ha HECKOJIBKO MOIBBIOOPOK, TTOCKOJBKY M3YYCHHBIC
CKEJIeThl OTIAMYAIUCh OT KUBOTHBIX B 3TAIOHHBIX MCCIEAOBAHUAX IO MOy WU noponae. Tpu u3
MCCJICJIOBAHHBIX CKEJIETOB OBEIl MPHHAJJIeKAIN caMIlaM MOpOJIbl MEpPHHOC, ABa — CaMKaM
HEW3BECTHON TMOpoAbl. MojenbHbIE JaHHBIC TMONTYYEHBI Ha CKEJIETHO-CBSI30UHBIX Tperaparax
camok nopozsl Mepunoc (Wilke et al., 1997a). [ToaTomy ckeneTsl oBell ObUTH MPOaHATH3UPOBAHBI
B TPEX MOABBIOOPKAX: BCE OBIIbI, TOJHKO CaMIIbl OBEI] MOPOABI MEPUHOC, TOIBKO CaMKH OBEI]
HEW3BECTHOM MOPOJIBI.

JIBa U3 4eThIpEX UCCIIEIOBAHHBIX CKEJIETOB CBUHEH MPUHAJIC)KAH JOMAIITHUM CBUHBSIM, JIBA
JIPYTUX — TUKUM KabaHaM. Bce cBUHBY B MOZIeTbHOM HcclieioBanue Obiu nomarmaumu (Wilke et
al., 2011). Takum oOpa3oM, CBUHbU OBLTH MPOAHATH3UPOBAHBI B IBYX OTAEIHHBIX MOABBIOOPKAX:
BCE CBUHBU U TOJIBKO JIOMAIITHUE CBUHBH.

Haubonee ymaunpiM perieHueM, B TEOpWH, SBISAETCS OJHA W Ta JKE€ TMapa
YUCIUTENIb/3HaMEHaTeTh ¢ OnWHakoBhIMU 3HaueHWsSIMH Ks u Kgr, KoTopas paBama Obl

MHHUMAaIbHEIH SD MCKAY pPaCCUYUTAHHBIMH W MOJICJIBHBIMU JdHHBIMU B KaXI0OM Ha60pe

45



KMBOTHBIX. B IEHCTBUTEIBHOCTH 3TO YCIOBHE HHUKOrZna He BblnonHsercs. [lostomy mis
JOCTH)KEHHUSI JIOCTaTOYHO BBICOKOM YHHMBEPCAJIbHOCTH B Kaue€CTBE HAWIYYIIHUX pEHICHUH
BBIOMpAKCh (OPMYJIBI, KOTOpPBIE Jal0T Oojiee WM MEHee OJUHAKOBO Manoe SD st kaxmoro
Ha0opa MOJIEJIbHBIX JKUBOTHBIX C OIHOM U TOM ke Mapoi yncinTesb/3HaMeHarenb. OnTuManbHble
K03 GUIMEHThI, BEIOpaHHBIE JJI 3TUX YHUBEPCAIbHBIX Hap YMCIUTEIb/3HAMEHATEIb, HEMHOIO
OTIMYANIUCh B Pa3HBIX HAa0Opax >KUBOTHBIX. OKOHuUaTenbHBIH BHIOOP 3HaueHUH Ks m Kr ObL1
clleslaH B IOJIb3Yy IMOABBIOOPOK, MCKIIOYAIOUIMX CAMIIOB OBEll MEPHMHOCOB U JHUKHUX KaOaHOB,

IMOCKOJIbKY OHHU HauoOoJiee CUIBHO OTINYAIOTCS OT MOJCJIbHBIX XMBOTHBIX.

2.3.7 “IIpobJieMHBIe CyCTaBbI”
HroroBasi cymMMa KBaapaToB pa3HHIBI, U3 KOTOPOH BHOCIEACTBUHM paccuuThiBaeTcs SD

MEX1y MOJEJIbHBIMU U PACCUMTAHHBIMU aMIUIMTYJaMH, YacTO CKJIaJbIBAETCS HA OOJIBIIYIO CBOIO
4acTh U3 HECKOJIBKUX OOJBIINX OTKIIOHEHHH, KOTOPbIE IOIYUYEHblI BCETO B HECKOJIBKUX CyCTaBax,
KOTOPBIE MOYKHO pacCMaTpHUBAaTh KaK BEIOPOCHL. UTOOBI MomyuuTh 3HaueHus Kodhduiuentos Ks u
Kr, koTOopble OyqyT ONTHUMalbHBIMH JJs OOJIBIIMHCTBA CYCTaBOB, Mbl HCKIIOYAIU U3
paccMOTpeHHUsl TaKUE CycTaBbI-BbIOpOCHL. KpuTepuem uckiIoueHus cycraBa siBJISeTCs] OTKIIOHEHUE
paccuntanHoro aROM ot stanmonHoro 6osee yeM Ha £2SD, HO He MeHee ueM Ha £5°.

bonbioe KOIM4eCTBO MCKIKOYEHHUM SBIIACTCS HETraTMBHOM XapaKTEPHUCTUKOW pPacYETHOU
(bopMyabl UM CBHUICTEILCTBYET IPOTUB €€ HAAEKHOCTH M yHHMBepcalbHOCTU. [losTOoMy MBI
OTPaHUYMIIM YHCIIO CYCTaBOB, KOTOPBIE JIOMYCTUMO MCKIIIOUUTH MU Moadope GpopMyi: He Oosee
TpeX Ha BECh IIO3BOHOYHHUK U HE OoJiee IByX Ha KaXKAbli pErMOH MM03BOHOYHHUKA WU TUI (PAceTOoK.
Ecin KOMMYECTBO HCKIIIOYAEMBbIX CYCTABOB IPEBBINIATIO OTOBOPEHHBIE OTrPAaHUYEHHUS, U3
pacCMOTpEeHHsT HUCKIIOYAIUCh TOJBKO HauOojee CHIBHO OTKJIOHUBIIMECS OT MOJAEIbHBIX
3HadueHuil. [laHHbIe IO UCKITIOYEHHBIM cycTaBaM npuseeHsl B [Ipunoxennn 1 (Tabnuua 1-6).

2.4 Pe3yabTarhbl BepupuKAINH TPUTOHOMETPUYECKHUX (hOPMYJT

2.4.1 OnTuManbHbIA MAa0J0H GOPMYJIbI
B xoxe mpoBepku ObLIO MOKA3aHO, YTO MPAKTUYECKH BO BCEX COUETAHUSIX UUCIHUTENSA U

3HaMeHaTess 1abon [A] 0o6sagaer 6osee BBICOKOI pacyeTHON TOYHOCTHIO, UeM 11abons! [B] u
[C] (Tab6m. 4).

B 3aBucumocTH oT THIa (aceTok 3urano(uzoB W COYCTAHUS UYUCIUTENS W 3HAMEHATEIs
mrabsior [C] MokeT OBOJBHO OMu3K0 mpubOamkatees mo SD kK onTuMaibHOMY Ui pacuéra
mrabsiony [A]. Onmnako, manubie Gopmysbl [C] UMEIOT JBa CYIIECTBEHHBIX HEIOCTATKA: BO-
NEPBbIX, OHU NMPAKTUYECKH HUKOTJa HE JIEMOHCTPUPYIOT O0Jiee BHICOKON pacueTHOM TOYHOCTH;
BO-BTOPBIX, HE O0O0JaJar0T YCTOMYMBOCTBIO miabnoHa [A] um Moryt aemoHcTpupoBath SD

NPEBBIMIAIOIIYIO TAKOBYIO M3 aHAJIOTHYHON opMyIibl u3 mrabiona [A] B HECKOIBKO pas.
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Ta6auna 4. CpaBHeHre TouHOCTH Tpex 11adboroB Gopmyitsl ([A], [B], [C]) Ha npumepe yeThipex
pa3IMYHBIX COYETaHWW YMCIUTENS M 3HaMeHatens ais pacdera LB u AR, m nByx coueranmii
YUCIUTENSl W 3HamMeHaTens s pacuera SB. SD — cramgaprtHoe otkioHenue (°) mexmy
paccuMTaHHBIMH M MoJenbHbIMU 3HaueHHsiMu aROM (B sueiikax yka3zaH Juama3oH JUIs
pa3IMYHBIX MOABBIOOPOK KUBOTHBIX); DIff — pasuuma B mporenrax ot aydmiero mradiona (X) B
CTPOKE TaOJIHUIIBI.

Coct-as ITa6non dopmyEl
Tun Yucnurens/
ABIDICCHITE (acetok | 3HaMeHATeNlb (Al - [B] - [€] -
SD (%) Diff SD (%) Diff SD (%) Diff
R 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%
SB T 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
R L /Rlat 3,56-4,23 X 7,81 +119% 3,79-4,55 +6%
W /D2 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 /D2 2,95-3,29 X 7,75 +163% 3,3-3,62 +12%
LB Tf L /Rlat 2,81-2,98 X 6,56 +133% 3,52-3,71 +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%
R W /D2 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 Tf W/ DI2 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% 19-21 +51%
RIL W /D2 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/I2 1,41-1,84 +16% 1,22-1,55 X 4,43-5,06 +263%

[TpoBepka MHOXHUTENsI Uisi 3HaMeHatens Buna 2*¥*Kr*Y+b (Bmecro 2*Kr*Y), rae b 6bu1o
TpeTell BeIMYMHOM, 3HaYeHne KOTOpoil moadupanocs npouenypoi “Ilouck pemenuit” nokasano,
YTO 3HAYCHUE MEPEMEHHOW D /i Bcex mpoBepeHHBIX Gopmyin npuHuMaeT 3HaueHue 0. Takum

00pa3oM 3TOT 3HAMEHATENh PUOOpeTaeT NCXOMHBIN BU 2*KR*Y.

2.4.2 Tunsl ¢gaceTok 3urano(pn3oB NpeANOYTUTEIbHBI MIePe OTAeIaMHU M03BOHOYHHMKA NPH
ONTUMM3ALMHN (POPMYJIbI
B Tabnuie 5 cBeneHbl pe3yabTaThl CpaBHEHUH (opMyll, ONTUMU3UPOBAHHBIX JJISI pacyera

amrmutyn aROM B Ty/lOBHIHOW YacTH MO3BOHOYHOTO CTOJ0a. CpaBHEHHUS MOKA3bIBAIOT, YTO
aydmuMu GopmyaamMu st pacdera amMiuiuTyn aROM y mapHOKOMBITHBIX SIBISIFOTCS (POPMYJIBI,
OTKaMOpOBaHHBIE JUISI PA3IMYHBIX THIOB (aceTok 3uranopu3oB (OHH UMEIOT Oonee HU3Kui SD
MEXJy PACCUUTAHHBIMU W OTaJOHHBIMH JaHHBIMH). MeHee TOYHBIMHU SIBISIOTCS (HOPMYIIBI,

OTKaJIMOpOBaHHBIE JUISl OT/AEJIOB MO3BOHOYHOIO CTON0A, a HaMMEHee TOYHBIMU — (HOPMYJIBL,
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Tadauna S. CpaBHeHue TouHOCTH pacyera aROM miig TyJdOBUIIHOM 4YacTH MO3BOHOYHUKA Y
HCCIICIOBAHHBIX MAapHOKOMBITHBIX C HCIIOJIB30BAaHUEM Tpex HabopoB ¢Gopmyll: mepBblii Habop
OTKaTMOPOBaH JIJIsl pa3IMIHBIX TUIOB (aceTok 3uranodu3os (T u RfL), Bropoii — aiis pa3nuaHbIx
OT/AEJIOB TIO3BOHOYHMKA (IPYyAHOH W TIOSCHUYHBIN), TpPeTH — OTKaaHMOpOBaH JUisi BCEH
TYJOBHUIITHOW YacTH T03BOHOYHMKA. Camu ¢dopmynbl nanbl B Tabmume 6. SD — cranmapTHOe
OTKJIOHEHHE (M3MEPEHHOE B Ipaycax, kak 1 caM aROM) Mex 1y ATaJIOHHBIMU M paCCUNTaHHBIMU
3HauyeHussMU aROM BO BceX MEKIIO3BOHKOBBIX CyCTaBaxX IPYAHOTO U IMOSICHUYHOTO OTEINIOB.
Briienennbie momyxupHbiM cTpoks "Cpennssa” npeacTaBisiior coboit cpeanee SD, paccuntanHoe
kak (SD Ovis + SD Sus + SD Bos)/3, MUHUMaIbHOE 3HAUEHHUE KOTOPOTO OBUIO KPUTEPUEM IS
ontumuzanu Gopmynsl. B kaxaol CTpoke sueiika ¢ Jy4IIuM 3HAU€HHEM OCTaBJeHa Oeloi, ¢
IPOMEKYTOUHBIM 3HAYEHHUEM BblIJIeJIeHa OJIEIHO-CEPhIM, a C XYAIIUM 3HAYCHUEM BblJIeJIeHa TEMHO-
CEpbIM.

SD ()
Paznuunbie
THII ABHKEHNS Paznnunsie dhopMyITBI st Oiu;aﬂ g);f MZS;
dopmyiet s T u IPYIHOTO H o }:;CTHIH
RfL cycraBoB MOSICHUYHOT'O
OTIEIOB MO3BOHOYHUKA
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
L8 Bos 1,36
Cpenusis 2,26
Ovis 2,37
Sus 2,06
AR Bos 1,73
Cpennsist 2,05

OTKaJIMOpOBaHHbIE Ul BCEH TYJIOBUINHOM YacTH MO3BOHOUHMKA. DTO BEPHO JUII BCEX TpeX
COCTaBJISIIOIINX MEXIO3BOHKOBOM TMOABMKHOCTH, HO B pa3nuyHoil creneHu. B Tabmume 5
MOKa3aHO, YTO B ciy4yae SB, BBIMIPBII B TOYHOCTH pacdyera ¢ IOMOIIBI0 (Qopmyil,
ONTUMHU3UPOBAHHBIX JJIs1 PA3IMYHBIX TUIOB (PaCeTOK XapaKTEPEH TOJIBKO JJIsl CBUHEH, OHAKO OH
JIOCTATOYHO BEJHK, YTOObI KOMIEHCHUPOBATh HEKOTOPHIE MOTEPH B TOUHOCTH JJIsi KOPOB M OBEIl.
OT0 00CTOATENBCTBO OOBACHAETCSA TEM, UTO JJISl CBUHEHM XapaKTEepHO HauOOJbIllee pacXoxkKICHNE
MeXJly FpaHuLlaMu rpyHoro otaena u oraena Tt cycraBos. Tak, 00bIYHO ISl CBUHEH XapaKTEPHO
yetslpe RfL cycraBa B rpyJHOM OT/iesie IPOTUB OJJHOTO Y OBEIl M KopoB. B ciydae LB, ¢hopmysl,
ONTUMHU3UPOBAHHBIE JJIs THIA (PACETOK, SIBIISAIOTCS O0Jiee TOYHBIMU HE TOJIBKO Ul CBUHBH, HO U
st KopoBel. A B ciyyae AR, oHu Oosee TOUHBI JUIsl KaXXAOrO M3 TPeX BUIOB MOJEIBHBIX
MApHOKOIIBITHBIX, 1 UMEIOT HauOOJIBIINI BBIMTPHIII B TOYHOCTH pacyeTa Mo cpaBHeHHIO ¢ SB u
LB. Tak, pacuer AR aROM B TyJ0BHIIIHOI YacTH NO3BOHOYHUKA NAPHOKOIBITHBIX C IIOMOIIBIO
ONTUMANIBHBIX (GopMyn A ¢aceTok 3uranous3oB JaeT MoYyTH B 2 pa3a MeHbmmid SD ot
STAJIOHHBIX JaHHBIX, YEM YHHUBepcajibHas (opMyia /s TyJOBUIIHOTO otAena. [IpenmyiecTBo

dbopmyn, OTKaTMOPOBAHHBIX ISl KOHKPETHBIX THIOB (paceToK 3Uranopu3oB Haja (opMylnamu,
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OTKaJIMOPOBAaHHBIMH JUIS OT/AEJIOB MO3BOHOYHHKA, YKA3bIBACT HA TO, YTO THUM (PACETOK SIBISETCS
0oJjiee BXKHBIM MPEAUKTOPOM, OTPEACIISIONIMM OMOMEXaHHUKY TTO3BOHOYHUKA, YEM HAJTMYUC WU
OTCYTCTBHE CBOOOTHBIX pedep.

OntumManbHble  (HOPMYNBI, ONTUMHU3UPOBAHHBIC Ui pPa3IUYHBIX TUIMOB  (haceTok
suranoduzo (Tf u RfL), ornenoB mo3BoHOUYHMKA (TPYIHOW M MOSCHUYHBIN) U 00ITHE GOPMYJIBI
JUTSL TYJIOBHIIHOM YaCcTH MTO3BOHOYHHKA, KOTOPBIE OBUTH MPOTECTUPOBAHEI ISl pacyeToB aROM y

IIapHOKOIIBITHBIX, ITpe/icTaBiIeHbl B Tabnuue 6.

2.4.3 Utorossbie hopmyJibl
Jlyumme ¢opmynbl, mogoOpaHHBIE B IpOIEcce KaTMOPOBKH MOJEIN HPEICTABICHHI B

Tabmune 7. 3HaueHus SD MexIy BCEMH PaCCUUTAHHBIMH U CPEAHMMH STAJOHHBIMH JaHHBIMH
ykazanbl B Tabnuue 8. Koaddunument xoppensuuu [Iupcona () u t-rect Crbronenrta (p) st
MApHBIX BBIOOPOK MEXAY CPEIHUMH PACCUUTAHHBIMH M CPETHUMH STAJIOHHBIMH AMILTUTYIaMU
aROM ykazan B Tabnmuiue 9. Busyanuzanus pacCUMTaHHBIX M MOJENBbHBIX 3Ha4eHHUN aROM
nmokasana Ha Puc. 13, 14.

Jns pacuera SB mapa uucnurens/3HameHatenb L/Ryen, mpennoxkenHas Ky3HenoBbM u
Tepemenko (2010), okazanace HaWmydlied W3 TPOBEPEeHHBIX. OmHAKO, KAIMOpOBKAa (Gopmyl
1oKas3ala, 4To Uil BCeX TPEX TUIOB (paceToB 3uranou3oB, a TAKXKE IS JIIOACH U TAPHOKOIIBITHBIX
Jy4Ille UCTIONb30BaTh pa3inuHble 3HaueHus: kodpduiuentoB Ks u Kr. [IpumeuarensHo, 4to s
Tf u RfL cycraBoB 3Hauenusi koddduiuenta Ks y denoBeka 3HAYUTENHHO BHINIE, YeM Y
MapHOKOIBITHBIX. DTO 0003HAYAET, YTO Y MAPHOKOMIBITHBIX COXPAHSETCS OTHOCUTEIBHO OOJIbIlIEe
NEPEKPBITHE MEXTY (haceTKaMu Mpe- U MOCT3Urano(us3oB AByX MOCIEA0BATENbHBIX TO3BOHKOB BO
BpeMsl MAaKCUMaJIbHOM (IEKCMM M 3KCTEH3UH B CyCTaBe, YTO, OYEBHJIHO, OoJiee Ba)KHO JJIS UX
4EeTBEPOHOIOT'0 TajIona, 4YeM AJIs ABYHOTOM JIOKOMOLIUH Y YEJIOBEKA.

s pacuera LB napa uncnutens/3HameHarenb L/(Dmax/2), npennoxennas Ky3HenoBsm u
Tepemenko (2010), okazanace He mydmuM perieHueM. s meinbix (Rf) mo3BoHKOB mydmmm
COYeTaHUEeM YHCIUTEN U 3HaMeHartens sBisiercs napa L/Ria, 1 rpynnsix T cycraBoB — W/Rat
(T.e. IBMKEHHE OTPAHUYUBACTCS MIMPUHON (haceTok, a He ux JumHON), a ana RfL cycraBoB —
Dmax/Riat. [Tocneantoro mapy ciiokHee BCero BbIpa3uTh T€OMETPUUECKH, KaK, Hanmpumep, Ha Puc.
8. B ommume or SB, mns Hambonee touHoro pacyera LB aROM y oBen gomxHa OBITh
ucronb3oBaHa apyras napa koap¢unuentos Ksu Kr B Rf u Tf cycraBax. 3nauenuss aROM nis
CBUHEH M KOPOB YCIEIIHO PACCUUTHIBAIOTCS MO OOIIUM € YEIOBEKOM 3HaUE€HUSAM KOd((DUIIEHTOB.
s oBery xxe TpeOyroTcs 6osee Bbicokue 3HaueHus Ks; 0,42 npotus 0,29 B cimyuae Rf cyctaBos u
0,33 mpotus 0,21 B ciiyuae Tf cycraBos. Tonbko B RfL cyctaBax obmas dopmyna LB aROM nns

OBCI BMCCTC CO BCCMH OCTAaJIbHBIMHU MOACIBbHBIMU 00BbEKTaMH pa60TaeT XOopo1uIo.

49



Ta6auna 6. Ontumansabie GopmyItbl 11 pacdera aROM B TyJTOBUIITHON YacTH TTO3BOHOYHHUKA,
TPYAHOM U MMOACHHUYHOM OTACJIaX CIIMHBI U CyCTaBax C pa3JIM4YHbIM TUIIOM q)aCCTOK 3I/II‘aHO(I)I/I3OB.

Tun
Tun nBuxeH (bacerox Pernon dopmyna
Vnsepe SB TynoB | ¢ = [arcsin(Liong/(2¢1¢ Ruert)) + (220,14 — 1)e(arcsin(Lshort /(221 Rvert))]*360/m
topmyra st LB TynoB | ¢ = [arcsin(Dmax_tong/(2+1* Riat)) + (2+0,08 — 1)e(arcsin(Dmax_short/(2+1¢ Riat))]*360/m
TYJIOBHIIIA
AR Tynos | ¢ = [arcsin(Wiong /(2¢1¢ Rvert)) + (220,16 — 1)e(arcsin(Wshort /(2¢1* Rert))]*360/m
T ¢ = [arcsin(Liong/(21* Rvert)) + (2¢0,13 — 1)+(arcsin(Lshort /(2¢1¢ Ruvert))]*360/7
SB
. L ¢ = [arcsin(Liong/(2¢1* Rvert)) + (220,17 — 1)+(arcsin(Lshort /(2¢1¢ Ruvert))]*360/7
q)r"lfyl‘glf’r‘oﬂz" s T @ = [arcsin(Wiong/(2+1¢ Riat)) + (220,23 — 1)=(arcsin(Wshort /(2+1* Riar))]*360/m
TOACHUIHOTO L @ = [arcsin(Dmax_tong/(2¢1* Riat)) + (240,07 — 1)+(arcsin(Dmax_short /(2+1* Riat))]*360/7
OT/IECIIOB
T @ = [arcsin(Wiong/(2¢1¢ Riat)) + (2¢0,21 — 1)*(arcsin(Wshort /(2¢1¢ Riat))]*360/7
AR
L ¢ = [arcsin(Dmax_iong/(2¢1* Riat)) + (2¢0,00 — 1)+(arcsin(Dmax_short /(2¢1* Riat))]*360/7
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¢ Ruyert))]*360/
Paznuunbie
(bopMy bl TSt Tf @ = [arcsin(Wiong/(2¢1¢ Riat)) + (20,24 — 1)e(arcsin(Wshort /(2¢1¢ Riat))]*360/
Tfu RfL LB
CYCTaBOB RfL Q= [arCSin(Dmax_long/(Z'l' Riat)) + (220,07 — 1)+(arcsin(Dmax_short /(2¢1¢ Riat))]*360/
Tf @ = [arcsin(Wiong/(2¢1¢ Riat)) + (220,23 — 1)*(arcsin(Wshort /(2¢1¢ Riat))]*360/7
AR
RfL ¢ = [arcsin(Dmax_tong/(2*1* Riat)) + (220,00 — 1)*(arcsin(Dmax_short /(2*1* Riat))]*360/

s pacuera ammuntyg AR aROM Bo Bcex Tumax CycTaBoOB Y BCEX MOJEIBHBIX 00OBEKTOB
MOXHO MCIIOJIb30BaTh (DOPMYINBI C OJAMHAKOBBIMU 3HaueHUAMHU KodpduuuentoB Ks u Kr. [ns
meiHbIx R cycTaBoB nyudreii napoii unciaurens/3HamMmeHarenb apisiercs W/ Rver, U1 rpynabix T
cycraBoB — W/Rja, @ mna RfL cycraBoB — Dmax/Riat. Beimsigur Bnonmse norudseiv, uto B TT
cycraBax 3HaueHus kodpdunmenta Ks Boime, uem B Rf cycraBax, a B RfL cycraBax 3nauenue
TOoro Ko3¢p¢uuueHTa W BOBCE MajaeT 0 Hyasd (T.e. Kpas (acerok He CMelarTcs ApYyT
OTHOCHTEJIBHO JIpyTa 3a Mpeienbl ~3aMKOB”).

Jlnist 6onpIIMHCTBA TUIIOB (aceTok W TpyI MojaenbHbIX 00bekToB (Tabmuma 7) 3HaueHue
ko3 dunmenta Kr ynepxuBaeTcsi Ha MaKCUMaJIbHO JONYCTUMOM 3HadeHHH (1) m HHKOraa He
nazgaet Huxe 0,69 (SB B Rf cycraBax y mapHOKONBITHBIX).

Utoroseie ¢opmynst ans pacyera SB aROM B cycraBax Tf co crommepom (ams
KpaHMaJbHOM wYacTW TpyaHoro otaena runmonorama) u RfL cycraBoB (ans MOSICHUYHO-
KpPECTIIOBOTO CyCTaBa y BCEX MApHOKOMBITHBIX) mpezacTaBieHsl B Tabmure 10. Pacuer mo stum
dbopmynam (Puc. 11 6, B) MoxkeT gaBaTh OoJbiiie Wik MeHbIMe 3HadeHus: SB aROM, uem pacuer
no crangapTHeiM ¢opmynam (Puc. 11 a). Oto Oynmer o3Ha4arh, 4TO SIMKa C OTPAHUYMUTEIEM

9KCTCH3HU IIO3BOJISICT, COOTBETCTBCHHO, YMCHBIIUTL WJIK YBCIIMYUTH NCPCKPLITUC (baCCTOK u,
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CJIEIOBATEIbHO, YBEIUUYUTh WM YMEHBIIUTH JaBlieHUE (aceTok APYT Ha JApyra B MOJOXKEHUE
MaKCUMAJIbHOW JOPCAJIbHOM AKCTEH3MHM MO CPAaBHEHHUIO CO CTAHJIAPTHBIMH MEKIIO3BOHKOBBIMU

cycraBaMu 0€3 OrpaHu4HuTeNeH.

Ta6auma 7. Utoroseie ¢opmynsl. 3HadeHus: kodpdumuento (Ks mns uucourens n Kr s
3HAMEHATEJIs]) OTMEYCHBI JKUPHBIM

Tun Tun

mBuwkeH | daceTox Obnexr dopmya
R @ = [arcsin(Liong/(2*1* Rvert)) + (220,17 — 1)+(arcsin(Lshort /(221 Rvert))]*360/7
Tf Homo @ = [arcsin(Liong/(2+1¢ Rven)) + (20,2 — 1)+(arcsin(Lshort /(2+1* Ryer))]*360/1
RfL @ = [arcsin(Liong/(2°0,87¢ Ruert)) + (2+0,29 — 1)(arcsin(Lsnort /(2+0,87+ Ruert))]*360/7
” Rf @ = [arcsin(Liong/(2¢0,69° Rvert)) + (220,14 — 1)«(arcsin(Lshort /(2°0,69¢ Rvert))]*360/7

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

RfL @ = [arcsin(Liong/(2+1* Ruert)) + (220,18 — 1)+(arcsin(Lsnort /(2+1* Ruer)))]*360/m
Ovis @ = [arcsin(Liong/(2+0,9¢ Riat)) + (2+0,42 — 1)(arcsin(Lshort /(2+0,9* Rit))]*360/7
" Homo u Sus ¢ = [arcsin(Liong/(2¢1* Riat)) + (2¢0,29 — 1)+(arcsin(Lshort /(2¢1* Riat))]*360/
LB Ovis @ = [arcsin(Wiong/(2+1+ Ruat)) + (220,33 — 1)=(arcsin(Wshort /(2+1+ Riat))]*360/7
T Homo, Sus, Bos | ¢ = [arcsin(Wiong/(2+1* Ria)) + (2¢0,21 — 1)e(arcsin(Wshort /(21* Riat))]*360/
RfL Bce Bujipl ¢ = [arcsin(Dmax_tong/(2¢1® Riat)) + (220,08 — 1)+(arcsin(Dmax_short /(2¢1* Riat))]*360/
Rf Bee Bt @ = [arcsin(Wiong/(2+1* Rvert)) + (2+0,16 — 1)=(arcsin(Wshort /(2+1* Ryen))]+360/1
AR Tf Bee pupt @ = [arcsin(Wiong/(2+1* Riat)) + (2+0,23 — 1)+(arcsin(Wshort /(2+1* Riar))]*360/7
RfL Bee unet @ = [arcsin(Dmax_tong/(2+1* Ria)) + (220 — 1)=(arcsin(Dmax_short /(2+1¢ Riat))]*360/

3acaceTounslii cronop He BauseT Ha pacueT aMuinTyx LB 1 AR aROM, Tak kak uuciaurenb
B popmynax, npeacrapneHHbIx B Tabmuie 7 s LB u AR aROM mist RfL dacetok — 370 mmupuna
(Dmax) Mexnay narepabHbIMU KpasiMu (paceTok B mornepeyHol miaockoctu (cMm. Puc. 9 u 10) u
MO3TOMY HE 3aBUCUT OT MOP(OIOruH 3a(aceToOuHbIX SIMOK. JTO yTBEpPXKAECHHUE ObLIO MPOBEPEHO
IIPY CPaBHEHUHU PACCUMTAHHBIX aMIUIMTYJ C aMIUIUTYAAMH, 3AMEPEHHBIMHU i7 Vifr0 B MOSICHUYHO-

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

2.4.4 CpaBuenue popmya nis pacuera SB, LB u AR aROM
Bepudukanus ™omenu mokasanga, 4YTO ToAOOp TMapbl YHCIUTENb/3HAMEHATENbh U

KaJUOpOBOYHBIX KOd(pduimeHToB g pacyeta aROM ansg pa3nuuHbIX THUHOB (paceTok
3urano(us3oB IMO3BOJIAET JOCTUYHL Oo0Jjiee BBICOKOW TOYHOCTH pacyera, 4YeM HCIOJIb30BaHUE
YHHMBEpCaAJILHOU (OPMYJIBI I BCETO MO3BOHOUHUKA WM (POPMYIT [T PAa3IMUHBIX OTIEIIOB CIIMHBI
(Tabmn. 5). ITapameTpsl Ryert ¥ Riat OKa3anuce onTUManbHBIMU 3HAMEHATENSIMH JJIs JTF0O0TO THIIA
dacerok 3uranoduzos npu pacuere ammuTyx SB u LB aROM cootBercTBeHHO. CTOUT OTMETHUTH,

YTO Ryert U Riar ObLIM BBIOOpaMM Ha poJib 3HAMEHATENS 10 YMOJIYAHUIO, M TOT (aKT, YTO OHHU
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OKa3aJKCh JIydllle ajJbTepHATHUBHBIX MapaMeTpOB, MOATBEP)KIAeT OOIIyl0 00OCHOBAaHHOCTH

MEXaHUCTUIECKON Mozenu, n3o0pakeHHoi Ha Puc. 7 u 11.
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(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 (HOpMyaM M U3MEPEHHBIE in Vifro 3HAYEHUs
aROM B MeXMO3BOHKOBBIX CyCcTaBaX MPEAKPECTIIOBOTO OT/ela O3BOHOYHUKA YelloBeKa (a-B) U
cBuHbH (r-€). Bepxuuii psag (a, r) SB aROM; cpennuii psg (6, 1) LB aROM, muxuuit psa (B, €)
AR aROM. Ocp abcumcc Ha KaxaoMm rpaduke TpaaydpoBaHa MO HOMEpPAM ITO3BOHKOB.
BeprukanbHble MyHKTUPHBIE JHUHUM MPOXOJSAT HAa YPOBHE IMO3BOHKA, B KOTOPOM ITPOUCXOJTUT
u3MeHeHue Tumna (acetok 3uranouzoB U, COOTBETCTBEHHO, U3MEHsAeTcs (opMyra /IS pacyera
aROM. In vitro aROM noka3an yepHoil TUHUEH (CpenHee 3HaueHHe) ¢ cepoit 30HoH (SD) Bokpyr
Hee, 3HaueHUs MJs MOCTPOEHUS KOTOPBIX B3SITHI U3 JIUTEPATYypHBIX HUCTOYHHKOB (Tabm. 1);
npo6esbl Ha TpaduKax, HOCTPOSHHBIX JUIS YEIOBEKa COOTBETCTBYIOT MEKITO3BOHKOBBIM CYCTaBaM,
JUIs KOTOPBIX JaHHble oTcyTcTBYIOT (Wen et al., 1993; Wilke et al., 2017; Yamamoto et al., 1989).
Paccuurannslie ammntyas aROM nokazansl 6enoii TuHueH (CpeiHee 3HaueHHe) ¢ IIBETHOM 30HOM
(Tmama3oH OT MakCUMyMa 710 MUHMMYyMa) BOKpyT Hee. 3 Belyaev et al., 2021a ¢ u3mMeHeHUSIMU.
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(¢pennne) aROM  SD aROM (cpennni) (paamax or MUH k MAKC) (pasmax or MMH k MAKC) (pa3amax ot MVH k MAKC)

Puc. 14. PaccunTaHHble 110 TPUTOHOMETPUUECKUM (POpMYyJIaM U U3MEPEHHBIN in Vitro 3HaYEHUS
aROM B MeXI03BOHKOBBIX CyCTaBaX MPEAKPECTIIOBOTO OT/I€J1a TO3BOHOUYHUKA OBELl (a-B) U KOPOB
(r-e). Ob6o3nauenus Ttakue xe, kak Ha Puc. 13. IlpobGenst Ha rpaduxax in vitro aROM
COOTBETCTBYIOT MEKII03BOHKOBBIM CyCTaBaM, JJis1 KOTOPBIX HET ATAJIOHHBIX JaHHBIX (KOPOBA) WU
OHM HEJIOCTOBEPHBI M3-3a CMEIIeHUs TUOB (paceTok 3uranodus3oB B cycraBax (oBua). 13 Belyaev
et al., 2021a ¢ U3MEHEHUSIMH.

Tounslit pacuet ammiutya SB aROM Ttpebyer paznuuHbix 3Ha4eHUN kodpduirentoB Ks u
KR fuis nmronieit ¥ mapHOKOMBITHBIX, a TAKXKe JJIST KaXKJI0TO M3 TPeX THIOB (haceToK 3Uranoduzos.
OpnHako onTUMaibHas Mapa YUCIUTENIb/3HaMEeHaTeNb /Ui pacyera SB Bcerma onmHakoBa — 3TO
L/Rvert, HE3aBUCHUMO OT BuAa W Tumna (Qacerok suramnoduszoB. B cimyuae SB nHabmromaercs
HAaUMEHBIINKA BBIUTPBIII B TOYHOCTH pacyera amiuutyd aROM Onaromapsi MCHOIB30BaHUIO
dbopmyi1, oTkaTuOpoBaHHBIX 151 TUMA ¢aceTok (Tadm. 5). 3HaYMTENBHBIA MPUPOCT B TOUHOCTH
pacdera XapakTepeH TOJIBKO JUIsl cBMHEH. OueBHIHO, 3TO CBA3aHO C CYIIECTBEHHO OOJIBIIMM

konuuectBoM RfL CyCTaBOB B I'pyAHOM OTACJIC TO3BOHOYHHUKA Y 3TUX KUBOTHBIX.
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Hamporus, B cirydae pacueta ammutyn AR aROM nyumivie mapbl 4uciuTens/3HaMeHaTENb
pa3MYHbI IS Pa3HBIX TUMOB (DACETOK, HO ISl KaXAOro Thra (aceTOK MOXKHO UCIIOIb30BaTh
0011y hopMyny (OTMHAKOBBIC YUCITUTEIh/3HAMEHATEIb, OJMHAKOBBIC 3HAUCHUS KOAPPUITUESHTOB
Ks n KRr) s genoBeka m mapHOKONBITHBIX. MiIMeHHO B ciydae AR HaGmromaeTcss HanOOJIbIINMA
BBIMTPBILI B TOUHOCTHU pacueTra aMiuinTy aROM npu ucnonbzoBanuu Gopmyit, OTKaTHOPOBAHHBIX

Jutst Tmia gacetok 3uranodu3on (Tabnwma 5).

Tadauna 8. 3HaueHHs CTaHIAPTHBIX OTKJIOHEHHH (M3MEpPEHHBIE B Tpajycax) JUisl BCe BHIOOPKHU
3nHaueHuit aROM, paccuntanubix o Gpopmynam u3 TaOauIe! 7, OT CPETHUX ITATIOHHBIX 3HAYCHHIA
aROM mnosnyueHHsIx in Vitro

Tun Tun SD (9)
nmwkeH | cdacetox | Homo | Sus Bos Ovis
3,18 | N/A | 251
Rf 1,76 .87
Tf 147 1,98 | 088 [ 1,92
B 1,67
1,81 | 158 [ 1,83
RfL 2,14 174
Bee L7 |22 | 1,29 | 2,06
CyCTaBBHI 1,92
1,41 | 239 [ N/A
Rf 189 2,37
Tf 1,44 | 2,03 | 0,98 044
B 1,54
RfL 189 | 148 [ 153 [ 23
1,83
Bee 1,49 | 196 | 1,46 027
CyCTaBbI 1,66
Rf 224 | 313 | NIA | 2,14
2,54
Tt 161 | 185 | 254 | 2,72
AR 2,23
RIL 1,35 | 195 [ 104 | 145
1,48
Bee 1,73 | 2,28 [ 1,92 | 2,14
CyCTaBBI 2,03

s pacuera LB aROM Habmionaetrcs npomexyTouHast cutyanus. Jlydmmii 3HaMmeHaresb
(Riat) onvHAKOB [17151 BCeX TUIIOB (paceTOK, HO YHCIUTENb 3aBUCUT OT THUIIAa CyCTAaBOB 3UTaro(pu30B.
Ob6mas dopmyna y yenoBeka U BCEX MOJENbHBIX MAPHOKONBITHBIX 3¢ (EKTHBHA ISl pacuera
aROM B RfL cycraBax. OgHako st Haxonsmuxcsi kpanuanbHee cyctaBoB (Rf u Tf) oOmme
(opMyIIBI TOAXOAAT TOIBKO ISl SKJIEKTHUHOM TPyl YeJIOBEK+CBUHBS+KOPOBA, B TO BpEMsI KaKk
Il oBerl Tpedyetcst apyras napa koddduimentoB Ks u Kr, ¢ 601ee BRICOKHMH 3HAYCHUSIMHU

ko3¢ dunuenrta Ks.
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Tab6auna 9. 3naucHus kodddunuenta koppensauu [Tupcona (r) u ypoBeHb 3HaunMMocTH (P) t-
tecta CThIOJICHTA IS TAPHBIX BEIOOPOK MEXKYy CPETHUMH aMIUIUTyJaMH paccuutaHnHoro aROM
U CpPEJHUMH aMIUIUTYyJaMH OSTaJIOHHBIX IN Vitro aROM B MeXIO3BOHKOBBIX CyCTaBax.
PacxoxaeHust HOCST JIOKAaIbHBIA XapakTep, MOATOMY YeM OOJIbIIIe pa3Mep BBIOOPKH (HAIpUMeEp,
BCE BHJIbI, BCE CYCTaBbI, BCE COCTABIISAIONINE JBMYKCHUS ), TEM BBIIIIE TIOJIOKHUTEIbHAS KOPPEIISIIHS
' 1 TEM PEKE BCTPCHAKOTCA CTATUCTUYCCKU 3HAYUMBIC pa3Inina MOACUUTAHHBIX U MOJCIBbHBIX
ammntyn (p<0,05). Haubonee penpe3eHTaTHBHbIC SYCHKU BBIICICHBI JKUPHBIM, KJIFOUCBBIC
STUEUKU BbIACJICHBI YCPHBIM.

t'TeCT CTI)}O[[CHTa 1L napme BI)IGOpOK
T T Koaddunument koppemsiuuu [upcona (r) ®)
ABIOKCH | (haceToK Homo | Ovis Sus Bos Bee Homo | Ovis Sus Bos Bee
BU/JIBI BUJIBI
SB
Bee 0,872 0,380
CyCTaBbl
LB
Bee 0,909 0,517
CyCTaBbl
AR
Bee 0,856 0,053
CYCTaBbI
0,871 0,578
B 0,846 0,140
ce 0,927 0,587
COCT-HUc Bce
0,879 | 0,897 | 0,902 | 0,919 EEEIM 0,530 | 0,078 | 0,201 | 0,025 EKINKY,
CYCTaBBI

Tabmuma 10. @opmynsr ais pacueroB aROM, wncnonb30BaHHBIE B JAHHOM HCCIIEJOBAHUU.
Vcnonb30BaHHBIE ONTUMU3UPOBAHHBIE 3HAYEHUS KOA(PPHUIIMEHTOB yKa3aHbl B TPABBIX KOJOHKAX

Tun Tun Cnyuait ®opmyia
JIBYDKEH (acetok
T+ Lpost<Lpre | 0 = [arcsin(L,_)re/ZRven) — 0,88arcsi_n(Lpost/2Rvert) + arcsin(Lossa/ 2Rvert) [*360/1
SB Lpost>Lore | ¢ = [0,12arcsin(Lpre/2Rvert) + arcsin(Lsossa/2Rvert)]*360/x
RfL Lpost<Lpre | ¢ = [arcsin(Lpre/2Rver)) — 0,82arcsin(Lpost!2Rvert) + arcsin(Lossa/2Rvert)]*360/7
Lpost>Lore | ¢ = [0,18arcsin(Lpre/2Rvert) + arcsin(Lossa/2Rvert)]*360/x

2.5 Ucnoab30BaHue MoaeJaIu

2.5.1 Pernonajau3anus nmo3BOHOYHOI0 CTOJI0A
Berlme 6bU10 MOKa3aHO, YTO UCTHOJIb30BaHHE (OPMYI, OTKATHOPOBAHHBIX JJISI PA3IMUHBIX

TUNOB (haceTok 3UranoGu3oB UMEET MPEUMYIIECTBO Hajl (HopMylaMH, OTKaIMOPOBAaHHBIMH JUIS
OTACIIOB IMMTO3BOHOYHUKA, ITPUYUCEM JJI1 BCEX TPEX COCTABIAIOIINX MEKITO3BOHKOBOM IIOABHN)KHOCTHU
(SB, LB, AR) (Ta6:. 5). 310 yka3bIBaeT Ha CyIIECTBOBaHHE B3aUMOCBSI3U MEXIY Mopdooruei
cyctaBoB 3uranoduszoB u ammiautynoii aROM, u B meinomM Ha OONBUIYIO BaXKHOCTh IS
OMOMEXaHUKU CIIMHBI TUIIA CYCTaBOB 3UTano(u30B, YeM HAIUYH/OTCYTCTBHS CBOOOAHBIX pedep
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(Ha 4eM TpaJAULIMOHHO OCHOBAHO pa3rpaHUUYCHHE OTAEJIOB T0O3BOHOYHHMKA Y MIECKOMUTAIOIINX). Y
MapHOKOIBITHBIX, CBOOOIHBIE peOpa MOTYT OBITH MPHYPOUESHBI KaK K CyCTaBaM C TAHTCHIIUATbHBIM
TUIIOM (PAceTOoK, TaK U K CyCTaBaM C “3aMKOBBIM’ TUTIOM (aceTok. HecMoTps Ha To, uTO 00a THIa
¢acerok coBMecTHMBI ¢ pedpamu, 11t T u Rfl cycTaBos myuiiie ncnonb3oBars J1Ba pa3HbIX Habopa
dopmyn. C npyroil CTOpoHsl, AJisl MApHOKOIBITHBIX XapakrepHo Hanmuuue RfL cycraBoB kak B
TPYAHOM OT/EJIE, TaK U B MOSICHUYHOM oTzese. Tem He MeHee, 171 000UX CIIydaeB MOIXOAAT OJHH
u Te xe (opmynsl. Crenyer OTMETHTb, YTO BO BCEX i Vitro WCCIENOBAHUSAX ITOIBUKHOCTH,
UCIIOJIb30BaHHBIX B KaUeCTBE ITAJIOHHOTO HAabOpa JaHHBIX, u3MepeHuss aROM npoBoamincey Ha
Tak Ha3blBaeMbIX FSU, KoTOpbIe IpeAcTaBiIsitoT COO0M Mapbl WM TPOUKH O3BOHKOB, OUMIIIEHHBIX
OT MYCKYJIaTypbl, HO C IIOJHBIM COXpPaHEHMEM KOCTHOM CTPYKTYpbl M CBSI304HOTO ammapara. B
uccnenoBanuu 1o cBuHbsAM (Wilke et al., 2011) aBTOpBI yKa3bIBAIOT, YTO TOJOBKH pedep HE ObUH
yAajeHbl Tepel SKCIEePpUMEHTAaMH M OCTaBajuCh in situ. VcciemoBaHue, NpOBEIEHHOE Ha
CKEJIETHO-CBSI304HBIX IIpernaparax JIomaje 10 u nocie ypaueHus pedep u rpyauns! (Townsend et
al., 1983), nmoka3zano, 4To ynajieHHe pedep OKa3bIBa€T HEKOTOPOE BIUsHME Ha aMIumMTyny AR
aROM TosibKO B KpaHHAJIbHOM MOJIOBUHE TPYAHOIO oTAea (aMIuIuTyapl AR yBennuuBaroTcs a0
+3 rpaaycoB Ha cycraB). TakuMm 00pa3oM THII cycTaBa 3Uranou3oB IPEBOCXOIUT HAJIWYHE U
OTCYTCTBHUE pebep B KauecTBE JIETEPMUHAHTBI OMOMEXaHUKH TI03BOHOYHOTO CTOJIOA.
HaubGonpmmii BbIMIpBIII B TOYHOCTH pacyeTa 1Mo (GopMmyiaM, OTKaJIUOPOBaHHBIM ISt
pa3nuuHbIX TUTIOB ¢aceTok 3uranoduzos, gaet pacdier AR aROM (cm. Tabm. 5). 310 MoxeT
yKa3bIBaTh Ha TO, YTO UMEHHO CIIEIUAJIN3AII OCEBOTO CKpyUMBaHUs OOJIbIIIe BCErO MOBIUSIA HA
muddepeHIManuo TUNOB (aceTok 3Uranou3oB B HBOJIONMM MIICKONUTAOMUX. SIpko
BbIpakeHHOE MoHkeHne aMmnty AR npu nepexone ot Tf k RfL cyctaBam gaBHO TeopeTndecku
IpeCKa3aHo OpUeHTaluel (aceTok OTHOCUTENbHO LieHTpa mo3BoHka (Rockwell et al., 1938;
Gregersen & Lucas, 1967) u sKCHepMMEHTANIbHO TMOATBEPKICHO B in Vifro WCCIETOBAHHIX
OMOMEXaHMKH MMO3BOHOYHMKA Y pazauuHbIX miekonutaromux (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 uTorossix ¢opmynax,
pa3pabotannbix st pacueta AR (Tabmuna 7), pasauna mexay Tf u RfL cyctaBamu Beipakaercs
B MCIIOJIb30BAHUU Pa3HbIX MOPPOMETPUUECKHX BETUUYMH U KaTHOPOBOYHBIX kKod(dunmenrax. Bo-
nepBbiX, i1 Tf cycTaBoB uucnuTenb NpPEICTaBlIeH MIMPUHOM (aceTku B TpaHCBEpCaIbHOU
wiockoct (W), a s RfL cycraBoB — makcumanbHON MUPUHON (Dmax), M3MEpEHHON Mexay
OOKOBBIMM KpasiMu JieBOM U mpaBoil ¢acerok (Puc. 9, 10). Takum oOpa3om, B mpoliecce 0ceBOro
cKpyuuBaHus (acetku 3amkoBoro tuna (RfL) dgaxTnueckn neHCTBYIOT Kak OJlHA €JUHCTBEHHAs
daceTka, 3aKpbITast OOPTHKAMU U 3aMKaMHU cjieBa U cripaBa. Bo-BTopsix, 1u1s Tf cycTaBoB 3HaueHue

ko3 dunuenta Ks=0,23, a qna RfL cycraBoB Ks=0 (kak Ha Puc. 8 a), To ecTh B mepBom ciydae
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rpaHd (acerok MpU MaKCUMalbHOM IOBOPOTE€ BIPAaBO MJIM BJIEBO BBLABUTAIOTCA JpPYT
OTHOCHTEJIBHO JIpyTa MOYTH Ha YETBEPTh JJIMHBI YT MEHBIICH U3 HUX, @ BO BTOPOM CIIydae OHU
BOOOIIIE HE BBIIBUTAIOTCS 3a Kpas. Takoe orpaHnueHue He ObUIO OOHAPYKEHO HH Ui KaKOH
JIpyroil KOMOMHALIMY TUIA IBHXKEHUS U THUMa (aceTok (Bo Bcex ocTalbHbIX cinydasx Ks>0; Tabm.
6). [TomoOHas cutyarus ObLTa OKUIAEMA, TTOCKOJIBKY KECTKHUE KOCTHBIE “3aMKH’’ TTAPHOKOITBITHBIX
CTPOTO 33JIal0T KpaifHKUE MOJIOKEHHS I OABIKHOCTH B CYCTaBe.

B otnuume ot oceBoro ckpyuuBanus, pacder amrutya SB aROM naetr HaumeHbImit
BBIMTPBILI B TOYHOCTU C HCIIOJIb30BaHUEM (OPMYII, OTKATUOPOBAHHBIX JUISI PA3IMYHBIX THUIIOB
dacerok 3uranogpuzon (cm. Tabdm. 5). [lomumo 3Toro, SB yHHKaIbHA TEM, YTO ONTUMAJIbHAS Mapa
YHUCIUTENb/3HAMEHATEIh OCTAETCS HEM3MEHHOM HEe3aBUCMMO OT Tuma (aceTok (3T0 Bceraa
couetanue L/Ryer; cM. Tabm. 6). DTtu nBe OCOOCHHOCTH MOTYT YKa3blBaTb Ha TO, YTO
cnenuduyeckas st miuekonuTaronmx auddepeHuanys THHIOB (aceToK B MPEIKPECTIIOBOM
OTJeNie TMO3BOHOYHHMKA HE ObUIa CBsi3aHA B JBOJIOLMU C MPHOOPETEHHEM CIIOCOOHOCTH K
CaruTTaJIbHOW TMOKOCTH B criuHe. SB B TyJIOBHIITHON YacTH MO3BOHOYHUKA Y MIICKOITMTAOIINX B
OCHOBHOM HCIIOJIB3yeTCSl ISl CIEeUM(UIECKOTO Il 3TUX JKUBOTHBIX ajullopa — Tajoma.
Hccnenosanue SB uROM Bo Bpems raiona y psjaa MeIKHX MIEKONHTAIOMIUX MOKA3aJlo, YTO
BBICOKOAMILITUTY/IHbIE IBUKECHHS B MEKITIO3BOHKOBBIX CyCTaBaX KayJlaJlbHOW 4acTH MO3BOHOUHHUKA
HEe cBsi3aHBl Hampsimyio c¢ mepexogoMm kK RfL cycraBam (Schilling & Hackert, 2006). Tak, y
peokeBaroit numnyxu (Ochotona rufescens), oObikHOBeHHOW Tymaiu (Tupaia glis) m omoccyma
(Monodelphis domestica) camblil KpaHHaJbHBIN CycTaB ¢ BbICOKOM ammuuTyaoi SB uROM Bo
BpeMs rajona HaxoauTcss B cepenuHe RfL wactu rpymHOro otaena mo3BOHOYHHMKA. Y
rpebHexBocTOW cymuaTtol Kpwickl (Dasyuroides byrnei) m oObikHOBeHHOTO Ky (Galea
musteloides) OH HaXOOUTCSI B KpaHUAJIbHOW YacTU MOsICHUYHOM obnactu. [lo-Bunumomy, y Bcex
3TUX ’KMBOTHBIX pacnionaraemslii SB aROM kpanunanshbeix RfL cycTaBoB (rpyiHOro nim rpyaHoro

" MMOACHHUYHOI'O OT,Z[eJ'IOB) HCIIOJIHOCTBIO UCIIOJIB3YETCA BO BpEMA T'ajiolla.

2.5.2 Orpanu4eHust MOaeJIH
Kak 0bU10 CKa3aHO BbIIIE, MEXKIIO3BOHKOBBIE cycTaBbl MHOToOoCHb. SB, LB 1 AR aROM

ABIIIFOTCS.  COCTaBIIAIOIIMMHU ~ MEXKITIO3BOHKOBOM  NMOIBWKHOCTH. (OJHAKo, JABWXKEHHE B
MEKITO3BOHKOBBIX CYCTaBax B PEAIbHOM JKM3HHU HE CBOAUTCS K TPEM ‘““UMCTHIM™ COCTAaBIISIFOIIAM
MOJBWKHOCTH. B XOzme KM3HU JKUBOTHBIE HCIOIB3YIOT CIIOKHBIC IBHYKEHUS, COCTOSILIME W3
COBOKYITHOCTH CaruTTAJILHOM, JIATEPAJIbHOW U OCEBOM COCTABIIAIOIIUX MOABUKHOCTH. [1losTOMY,
wiockue aMmntyasl SB, LB 1 AR aROM moryT He oTpaxarh MOJHYI0 CIOCOOHOCTh KUBOTHOTO
K JBW)KEHUIO M CIIOCOOHOCTh K JBM)KEHHIO B OJHOM IJIOCKOCTH MOXKET YBEIMYMBATHCS IPHU
JBUKEHUHM B JAPYTUX IUIOCKOCTAX. OTO NPEANONO0KEHHE HAlUIO CBOE JKCIEPUMEHTAIbHOE

NOATBEPXKJACHUE Tpu uccieroBanuu meu y uHueiku (Kambic et al., 2018). bonee Toro,
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aMIUIUTYZA CJIOKHBIX ABMKEHUN MOXKET 3HAUUTEIbHO OTIMYATHCS OT MPOCThIX. Tak, yHUKaIbHas
CIIOCOOHOCTh COB COBEpILATh MOBOPOT (BpamieHue) royioBel Ha 360° mumbe Ha 160°
o0ecrieunBaeTcs 0CEBbIM CKpyuuBaHUuEM (~90° U3 HUX MPUXOJUTCS Ha CYCTaBbl MEKIY FOJIOBOM
u snuctpodeeM), a octanbHbie 200° COCTOSIT U3 COBMECTHOTO UCIOJIB30BAHMS JOPCAIBHOTO U
narepanbHoro crubanus (I'puneimuza u ap., 2016). OxHako, KaHHBIC in Viiro UCCIEIOBaHUH,
KOTOPBIE MBI UCIIOJIb3YyEeM IS KATHOPOBKU MO, MPEAOCTABISIOT HHPOPMALIUIO TOJIBKO O TPeX
OPTOTOHAJILHBIX COCTABISIOUINX JABIKEHUH. Takum oOpa3zoM, HanbOompime aMmuTyasl aROM B
CyCTaBax MOT'YT OBITh HECKOJIBKO BBIIIE, YEM PACCUUTAHHBIE 110 MPEITI0KEHHBIM (POpMYIaM.

OneHka aMIUIMTYJ] CJIOXKHBIX JBIJKEHUN B TMOCJEIHHE TOAbl Oblla OCYIIECTBICHA B
HECKOJIbKMX TaK Ha3bIBaeMbIX In  sSilico WCCIENOBAaHUSX, B KOTOPBIX IMPOBOIMINCH
KOHTpOJIUpyeMbIe (I10 3apaHee ONMCAHHOM MPOoLEeAype) MaHUIyJIAUuu ¢ 3D-MoaensiMu O3BOHKOB
B penakrope Maya. Takue ucciieoBanus ObLIH mpoBeneHs! utst meu coBbl (Krings et al., 2017) u
cycrasa, coequHstomiero meto u Tynosuile (C7-T1) y mupokoro kpyra napHokonsITHbIX (Miiller
et al., 2021). Ilpobiaemoii o0oux HCCIEIOBAaHUI BBICTYNAIOT COBEPIICHHO HE PEaTHCTUYHBIC
WUTOTOBBIC JIAHHBIE MO MOABMKHOCTH. Tak mpu cpaBHeHUH in silico 3D MaHUMyISIU y NTULL U
MJIEKOTTUTAIOIINX C COOTBETCTBYIOIIMMHU JaHHBIMHU in Vitro ucciaenoanuii (Stolworthy et al., 2015;
Gunyji and Endo, 2016; I'punimuna u 1p., 2016) nHabnrogaercs 2-3 KpaTHOE 3aBBIIICHUE AMILTUTY]T
10 CPABHEHUIO C MOJBIKHOCTHIO HACTOSIIETO Tela.

[Ipn aHanu3e TMONYYEHHBIX PE3YJIbTAaTOB ObUIO OTMEUEHO HECKOJBKO  CiIydacB
CUCTEMATHICCKUX PACXOKICHUI MEXKTy MOJISITBHBIMU U PaCUETHBIMU JIAHHBIMH. BOJTBIIMHCTBO U3
THX CiIy4aeB oOHapykeHO y oBem. [lns ymoOcTBa 3T cimydau OydyT OMHMCAaHBI B KpPaHHUO-
Kay/laJJbHOM HampaBiICHHUHU:

[lepBoe pacxoxkaeHne oOHapykeHo B 1eiiHoi oonactu oBell (Rf cycrassl), e HaOnmronaeTcst
3HAUUTEIBHBIN CKauoK B aMIuiuTygax AR B stanoHsHwix in vitro nannbix (Puc. 14 B). ns
CpaBHEHMS, y JIIOACH U CBUHEW MOJIEIbHbBIE TTOKA3aTeN! POTAIMH B IIEHHOM OT/IeNIe YCTONYMBbIE,
6e3 pe3kux nepemnanoB. Cpennee 3HaueHue AR aROM B Rf cycraBax y nmrozneit BappupyeTcst ot
9,8° no 15°, a'y cBuHeit - ot 2,2° no 5° (Wen et al., 1993; Wilke et al., 2011). ¥V oBen, HanpoTus,
B Hauaje M KOHIEe HIeiHoro otaena 3HadeHuss AR aROM noBoibHO HU3KHE (CpeHss aMIUIUTyaa
5,8° mexay C2-C3 u 5,9° mexay C7-T1), Ho B cepenune meitHoro 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). l'mnoreTndecku, MoI0OHbIH Meperna] MOXKeT ObITh CBS3aH C TONIIMHON U MEXaHUYeCKUMHU
CBOMCTBaMM MEXIO3BOHKOBBIX JUCKOB. K coxkaneHuto, 3ToT 3p(eKT He MposiBIeH B KaKUX ObI TO
HA OBUIO TEOMETPHUECKUX XapaKTEPUCTHKAX MEXKIO3BOHKOBBIX CYCTaBOB, Ha KOTOPBIX

OCHOBBIBAJIUCh pa3pa60TaHHLIe (I)OpMy.TIBI. HO3TOMy OTU CKAQYKW NOABUXKXHOCTU HE MOTYT OBITh
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Y4TEeHBI C WX Momoibio, a pacieTr AR aROM B meiinom otnene (Rf) moxer mate upesmepHo
CINIQYKEHHBINA TPOQHITH Y HEKOTOPHIX BHIOB MJICKOIHUTAIOIIUX.

Bropoe pacxoxnenue Obuto 0OHApY)EHO Yy camiloB M camMok oBell B SB u LB aROM B
nociennem mmeitHom cycrase (C7-T1). Monenbnabie nanasie (Wilke et al., 1997a) Obutn mosrydeHsI
IPU U3yYEHUH MO3BOHOYHBIX CTOJIOOB CaMOK OBell IMOpOJbsl MepuHOC. B mporecce Bamuaanuu
dbopMyIbl OBLTIO OTMEUEHO, YTO paccunTanHbiii aROM y camok gomanraux oerl B cycrae C7-T1
(n=2,SB=13,25° LB =17,7°) 3ameTHO HUXe, yeM y cam1oB (n =3, SB=16,27°, LB = 23,13°).
Hebonbiioe KoMMuecTBO HCCIEIOBAaHHBIX JKUBOTHBIX HE IO3BOJIET CHAENaTh BBIBOIBI O
CTaTUCTUYECKOW 3HAYUMOCTHU OTUX HaOmoaeHud. OJHAKO 53TO TO3BOJSET MPEAINONIOKUTh
CYILLECTBOBaHUE Pa3jIMuuil B IOABMKHOCTH MEXAY caMmllaMM UM CaMKaMHU Yy TYPHHMPHBIX BHJIOB
[IAPHOKOIIBITHBIX, B IEPBYIO OYEPEb KO3bHX, AJIs1 KOTOPBIX XapaKTepHbl OO CO CTOJIKHOBEHUSIMU
TOJIOBaMHU.

Tpetbe pacxoxkaenue ObUI0 0OHAPYKEHO B ABYX MEPBbIX IpyAHbIX cycTaBax (T1-T2, T2-T3)
BO Bcex Tpex cocrapiswomux apwkenus (SB, LB u AR) ne tonbko y oert (Puc. 14 a, 6, B), HO
y moneit (Puc. 13 a, 6, B) HenmocpencTBenHo nocie nepexoga ot Rf k Tf tumy 3uranoduzos. 3to
CBSI3aHO C HEOXKUJJAHHO BHICOKUMU aMIUTUTYAaMH in vitro aROM B 53TOM JIOKyce y OBell U YeIoBeKa
no cpaBHeHuro ¢ octanbHbIMU Tf cyctaBamu (Wilke et al., 1997a, 2017). CooTBeTCTBEHHO,
paccuntanHble 3HaueHUs: aROM B 3THX cycTaBaXx HMIKE IO CPAaBHEHUIO C JAHHBIMH in Vitro
uccienoBaHuii. CTOUT OTMETUTh, YTO Y YEJIOBEKAa B KpaHUAJIbHOW TpeTu rpyaHoro ornaena AR
aROM, 3amepennsiii in vitro (Wilke et al., 2017) HeoXuaaHHO 3HAYUTENBHO MpeBbimaeT AR
uROM, 3amepennsiit in vivo (Willems et al., 1996). BeposTHoi mpUYHHOI BEICOKUX aMILIUTYJ in
vitro aROM B »TOM JIOKyCe sIBisieTcsi crienuduka metogoiorun 3amepoB aROM Ha ckeneTHo-
CBsI304HOM Marepuaiie. Kak oTMedanocs BblIllie, BO BCEX in Vifro UCCIEI0BAaHUSIX, UCTIOIb30BAHHBIX
3[1€Ch B KaU€CTBE ATAJIOHHOT0 Habopa JaHHbIX, n3MepeHust aROM nposoaunuck Ha FSU. ABTOpEI
YKa3bIBaIOT, 4TO B HccienoBaHuu no cBuHbsIM (Wilke et al., 2011) onu coxpansiu pebpa in situ,
OJTHAKO JIJIsl OCTAJIbHBIX JKMUBOTHBIX 3Ta HH(pOpMaIUs HeAoCTynHa. VcenenoBanue, MpoBEIeHHOE
Ha somaasx Townsend et al., (1983), moka3ano, 4To ynajneHue pedep ¢ TPyAHMHON OKa3bIBAET
3aMeTHOe BiMsHME Ha aMIuuTyasl aROM B KpaHMalbHOM YacTH TpyAHOro otnaena. Tak mocie
yaanenust pebep, amrmummutynsl AR aROM B KkpaHManbHOW TOJOBHMHE TPYAHOTO OTAEa
YBEJIMYUBAIOTCS Y JIOMIA/IeH MOYTH BABOE (J10 3 rpalycoB Ha cycTaB); B To ke Bpems, SB u LB
aROM Takxe yBeIMUYUBAIOTCS B KpaHHAJIbHON TPETH IPyJHOrO OTJeNa, HO HE TaK CHUJIIbHO (HE
6onee yem Ha 1 rpagyc Ha cycraB). [IpyuMHON THX M3MEHEHHH MOXET OBITH TO, YTO Camble
KOPOTKHE U CaMble XKECTKHE pedpa CBSI3aHHbBIE JPYT C APYTOM C IMOMOUIbIO IPYAUHBI OTHOCATCS
MMEHHO K Hauboliee KpaHHAJIbHBIM CyCTaBaM IpydHOro otiena. Poib TpynHOM KJIETKH Kak

OTPaHUYHNTEIA U KaK YIIPaBIAIOMIECIO0 MEXaHU3Ma JJIs JIBI/I)KGHI/II\/'I T'pyaAHOT0 OT/[A€/]Ia MTO3BOHOYHHUKA
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TpeOyeT crenuanbHbIX HCCIEeI0OBaHHM; HEKOTOPbIE MOAXObI JIJIsl 3TOTO ObUIM MPEASIOKEHBI IS
yenoseka (Lee, 1993).

YeTBepToe pacxoKICHUE CBA3aHO ¢ HEOObIYHOW Mopdonoruei Qacerok 3uranoduszosB B
nocinenuux 3-4 Tf cycraBax y oBen (Puc. 14 a). daceTku B 3T0# 4acTH MO3BOHOYHUKA CTAHOBSITCS
CWJIBHO BBITSIHYTHIMHU B KayJaJlbHOM HaIpaBJICHUH OT MEXIO3BOHKOBOro aucka (Puc. 9 x, 3). B
dopmynax nns pacaera SB aROM (Tab:. 6) B kauecTBe YUCITUTENS UCTIONB3YETCs ITHHA (paceTok
suranodu3o (L), koTopast HampsMyr0 B3aMMOCBSI3aHA C PACCUMTAHHBIMU amIuUTygamu aROM.
[Tpu mponopruOHATBEHOM YBETUYEHUU aOCONIOTHOM UIMHBI Kak Oosee KOPOTKOM, Tak u Oolee
JUTMHHOM (haceTku 3uranodu3oB, 4acTh 00Jiee KOPOTKOM (haceTKH, BHIXOASINAS 3a IIPeIeibl Ooee
JUTMHHOM B JIByX KPAaWHUX MMO3HIIUAX, TAKKE YBEIUIHBACTCS, YTO MPUBOIUT K YBEITUYCHUIO TOM
COCTaBJISIIOIEH JBMKEHUS, KOoTOopas Obiia Ha3zBaHa yrioM f (Puc. 7), 4ro B CcBOIO ouepenp
OPUBOAUT K YBEIMUEHHUIO aMIUTUTYAbl paccuutaHHoro SB aROM. Opnako B MOAENBHBIX
SKCIEPUMEHTaX He ObUI0 OOHapy>KEHO YyBeIMuYeHUs NoABMXKHOCTH SB B 3ToM Jokyce
no3BoHoynnka oBubl (Wilke et al., 1997a). Takue HeoObrunble Tf cycTaBbl B KayqaabHOW YacTH
TPYIHOTO OTJENa OTCYTCTBYIOT Yy APYTMX MOJAEIBHBIX MAPHOKOMBITHBIX. OIHAKO, TAKOTO poja
yIUIMHEHHBIE (paceTKu XapakTepHsbI it OonbuHCTBa Ko3buX (Caprinae), a Takxe JUis kupados,
Kabapry, OJeHbKOB U HEKOTOPBIX APYTUX MAPHOKOMBITHRIX. Takum 00pa3oM, BecbMa BEPOSTHO,
(dbopMyITBl, UCTIOIB30BAaHHBIC TSI pacdyeTa, Hen30eKHO 3aBbIaroT 3HaYeHus SB aROM st aTux
JKUBOTHBIX B Kay/laJbHOW YacTH IPyAHOTO OT/AENA.

Haxkonert, kak Obu10 ckazaHo BbIie, aMmIuTyasl aROM u uROM B cycTaBax AOKHBI OBITH
MPUMEPHO pPaBHBI. JTO 00O3HAYaeT, UYTO paccuuTaHHble amruTyabl aROM aBromarndecku
MOKa3bIBAIOT CyMMapHble amMIuiuTynbl UROM Bo Bcex BUIax >KU3HEHHOH akTUBHOCTH. CTOUT
OTMETHUTH, YTO HAUOOJIBIIAs MTOJIBHKHOCTD B pa3iMuHBIX DOF MOXKET OCTUTAThCS TPH Pa3IMIHbIX
BUJaX akTUBHOCTH. Hampumep, HamGonpmmii LB MoxkeT ObITh HMCIONB30BaH MpPU TPYMHUHTE,

HanOomnbIMit SB — npu ranone U nNpbbKKax, a HanbonbMi AR — npu MaHeBpUpPOBaHUH.

2.5.3 IlpyumeHeHre MOJEJIHU AJI IIMPOKOI0 CKPUHUHIA 0CTE0JIOTMYECKUX KOJLIeKI Uil
B paszpaboranHoit Mmoaenu pacueT ammuTy aROM coctouT u3 AByx npouenyp. Ilepsas —

3T0 00paboTKa T€OMETPUUECKUX XapAKTEPUCTHK MEKIIO3BOHKOBBIX CYCTaBOB, B IIEPBYIO OUEPEIh
Kacaromuxcs ¢acetok 3uranoduzon. Bropas mpouemypa — xaaumOpoBKa pacyeTa ¢ MOMOIIBIO
ko3¢ ¢unento Ks u Kr, n3 xoropeix ko3dpdunment Ks onpenensier nomno MeHblel paceTku,
KOTOpasi CIIOCOOHA BBIE3XKATh 3a MpeZebl OOJbIIeH B AByX KpalHUX MoiokeHUsX. [IpaBuiibHO
noJoOpaHHbIE U3 YHCIIa TEOMETPUUYECKUX XapaKTEPUCTUK CYyCTaBOB YMCIUTENb M 3HAMEHATEINb
rapaHTUPYIOT, 4YT0 OoO0mwmi mnpoduib paccuutanHslx aROM B mocienoBareiabHOCTU
MEKITO3BOHKOBBIX CYCTaBOB COOTBETCTBYIOT MPOQHIIIO 3TaJOHHBIX AaHHBIX. Koapduumentst Ks

n Kr oOecneunmBaior 0ojiee TOYHOE COOTBETCTBHE HpO(I)I/IJIIO OTAJIOHHBIX JaHHBIX, OHH
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MOTHUMAOT/OMYCKAaOT paccunTaHHbli mpoduias aROM 1o ocu opaMHAT, a TakXKe CIIOCOOHBI
3a0CTPATh M CIVIAKUBaTh KonebaHus mnpodwmiisi. J[0cTaTouHO TOYHOE COBMAACHUE MPOdUIIs
paccunTaHHbIX U ATaJOHHBIX aROM mo Bcell [nMHE NMpEeAKpECTLOBOro OT/ENa IO3BOHOYHUKA
HOATBEP)KIAETCA BBICOKUMU 3HaYeHUsAMHU Koddduuuenta koppensiuuu I[Iupcona (cm. » B neBoi
yactu Tabmuier 9). A ypoBaM 3HaunMocTH (p>0,05 B mpaBoii yactu Tadi. 9) ¢-tecta CTbhroneHTa
JUISI TApHBIX BBIOOPOK IOKA3BIBAIOT, YTO PA3INUMsI MEXKAY CPEIHUMH 3HAUEHUSIMHU PACCUMTAHHBIX
u oTajoHHbIX aROM He SBISIIOTCS 3HAYMMBIMU. OTO IOATBEP)KIAET BBICOKYIO TOYHOCTH
pa3paboTaHHON MOAEIH sl MOAEIbHBIX BUIOB MileKonuTaromuX. OJJHAKO, BOZHUKAET BOIIPOC O
IPUMEHUMOCTH pa3pabOTaHHbIX (GOpPMYNT JUId TeX IPyNN MIEKONUTAOUMUX, JUIsl KOTOPBIX
OTCYTCTBYIOT JAHHBIEC i1 Vitro UCCIIEIOBAHUM.

ABTOp paboTHI cYMTAET, YTO pa3paboTaHHbIE (POPMYIBI OYEBUIHBIM 00Pa30M JIOCTATOYHO
HAJEKHBI JJIs pacyeTa JOCTYIIHOU MOABMXKHOCTH B MEXKIIO3BOHKOBBIX CyCTaBaxX y COBPEMEHHBIX
U MCKOMAEMBIX NPUMATOB U KOIBITHBIX (ITAPHO- W HEMAPHOKOINBITHBIX). s mpumaroB Bce
HeoOxomumble (OpPMyJIBI ¢ TOTOBBIMH K HCIOJB30BAaHUIO KOA(P(PHUIMEHTAMU TPEACTABICHBI B
Tabmume 7. Jnst pacueta aROM y KONIBITHBIX MOXKHO HCIIOJIB30BaTh (POPMYIBI CO 3HAUCHUSIMH
K03(hGUIIMEHTOB, KOTOPble ObUIM OTKATMOPOBAHbI JUISl TPEX W3YyUEHHBIX BUJOB MapHOKOMBITHBIX
(Tabmuma 11). s gpyrux rpynn MIICKOMUTAIOMIMX pa3paboTaHHble (OPMYIBI MOXKHO C
HauOOobIlIEeH YBEPEHHOCTBHIO HUCIIONB30BaTh A pacyeTa AR BO BceM MPEIKPECTIIOBOM OTEIIE
no3BoHouHMKa U ana pacdera LB B RfL cycraBax, mockonbKy A 3THX COCTaBISIOLIMX
HOABMKHOCTU U THUIIOB (paCeTOK OKOHUYATEIbHbIE (OPMYJIbI MOTYUYHIUCh YHUBEPCATbHBIMU IS
BCEX YeThlpeX MojaeibHbIX BUIOB (Tabmuma 7). YenoBek M MapHOKOIBITHBIE HACTOIBKO CHIIBHO
OTIIMYAIOTCA JApPYyr OT Jpyra, Kak B OTHOIIEHWHM OMOMEXaHUKH, TaK U (UIOTEHUH, YTO
yHUBepcanbHOCTh hopmyn st pacdera AR u LB B RfL cycraBax oOemiaer nmpuMeHUMOCTh K
HIMPOKOMY KpPYTY Pa3iMuyHbIX MieKonuTaromux. Jpyrue Gopmyssl B Tabnuie 6 He HACTOJIBKO
yHHMBepcalibHbl. OHM UMEIOT OJIMHAKOBYIO CTPYKTYpY (T.€. COU€TaHUE YUCIUTENS 1 3HAMEHATeJs)
JUIsL 4eJIOBeKa W TMAapHOKONBITHBIX, HO 3HAY€HHs] KaJUOpPOBOYHBIX KO3()(PHUIIMEHTOB B HHUX
pasznuuatorcs. [loaTomy, MOXKHO MpETIOKHUTH 1Ba BapuaHnTta pacyeta st SB aROM u LB aROM
B Rf u Tf cycraBax. IlepBeiii BapmaHT (JUIsi MOJTYYEHHS TOYEYHOW OLEHKH) 3aKIIOYaeTcs B
UCIIOJIb30BAaHUM 3HaYE€HUH KO3(PPUIINEHTOB, KOTOphIe OBUIM ONTUMHU3UPOBAHBI JJISI BCEX YEThIPEX
MOJeNbHBIX BUJIOB BMecTe (Tabmuma 12). Bropoit BapuaHT (s MOMy4eHHs] MHTEPBaJIbHBIX
OIICHOK) — paccuuTarh amruinTyasl aROM, ucnonb3ys nBa Habopa 3Ha4eHUN KOA(PGUIUEHTOB,
npezcTaBieHHbIX B Tabauie 6 (1715 yenoBeka U MapHOKOIBITHBIX Juisd SB; oBIbI 1 1pyrux ams LB-
Rf n LB-Tf); 3T0 MO3BOMIUT MOJIYYHUTH TUana3oH BepoATHHIX 3HaueHH aROM. C mnosiBieHuem
HOBBIX HAJIEKHBIX JAHHBIX i1 Vifro WCCIEI0BaHUMN AJ1 MJIEKOMUTAIOUINX, PAHEEe HE M3YyYEHHBIX

TaKuM 06p330M, HpC)IJ'IO)KGHHBIfI IoAX0A ITO3BOJIUT J'HO6OMy HUCCIICO0BATC/IIO ITOJYUYUTH HOBEIC
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onTUMaibHble 3HaYeHUs K03 dunrentoB Ks u Kr, coxpaHsis cTpyKkTypy YHUCIUTENb/3HAMEHATENb,
npeacTaBieHHy0 B Tabmuie 7. OTO MO3BOJIMT aJalTHPOBaTh JAHHBIA MOIXOI K KOHKPETHOM
rpynmne miaekonuTtaroumx. OIHAKO TaKue JaHHbIE HUKOIZA HE OyayT AOCTYIHBI JUISl IOJIHOCTBIO
BBIMEPIINX TaKCOHOB MIIEKOMMTAIOIINX, U MPUOIMKEHNE '"UeTIOBEK-ITapHOKOIIBITHBIE" SIBIISETCS

J0CTAaTOYHO XOPOIIHUM PEIICHUEM JIJISI HUX B HaCTOHH_II/Iﬁ MOMCHT.

Ta6auna 11. ®opmyisl, onTuMusnpoBaHHble 11 pacuéra aROM y mapHOKONBITHBIX. 3HAYEHUS
ko3 punmenton (Ks mist yucnurens u Kr /uist 3HaMeHaTels1) OTMEUEHbI JKUPHBIM

Tun Tun

®opmyia
JBHXKCHMS | (aceToK PMY.

Rf (p = [arCSIn(L|ong/(2'0,69' Rvert)) + (2'0,14 — 1)’(arCSin(Lshort /(2’0,69' Rvert)))]'360/n

SB Tf (p = [arcsln(l_long/(z’l' Rvert)) + (2'0,12 — 1)'(arCSin(Lshort /(2'1' R\/ert)))]’360/ﬂ

Rﬂ_ (p = [arcsln(l_long/(z’l' Rvert)) + (2'0,18 — 1)'(arCSin(Lshort /(2'1' R\/ert)))]’360/ﬂ

Rf @ = [arcsin(Liong/(2¢1° Ria)) + (220,41 — 1)+(arcsin(Lshort /(2¢1¢ Ria)))]*360/1T

LB Tf @ = [arcsin(Wiong/(2+1¢ Rix)) + (240,24 — 1)e(arcsin(Wshort /(2+1¢ Ria)))]+360/7

Rﬂ_ (p = [arcsin(Dmax_long/(z'].’ Rla[)) + (2'0,07 — 1)’(arCSin(Dmax_short /(2’1' Rlat)))]’360/ﬂ

Rf (p = [arcsln(WI()ng/(z'l’ R\/er[)) + (2'0,13 — 1)’(arCSin(Wshort /(2’1’ R\/ert)))]'360/ﬂ

AR Tf | @ = [arcsin(Wiong/(2+1* Ria)) + (200,23 — 1)e(arcsin(Wsnor /(2+1¢ Riat)))]*360/7

RfL go = [arcsin(Dmax_long/(z‘l' R|a[)) + (2'0 - 1).(arcsin(Dmax_short /(2.1. Rlat)))].360/n

Tab6auua 12. dopmynsl, onTUMHU3UpOBaHHbIE 171 pacuéTa aROM y Bcex 4eThIpex MOJIENbHbIX
JKUBOTHBIX (U€JIOBEKa U MAPHOKOMBITHBIX). 3HaYeHUsI kodppuineHToB (Ks mias uncnurens u Kr
JUIsl 3HAMEHATEJIs1) OTMEUYEHBI KHUPHBIM

Tun Tun
JBIDKeHUS | daceTok

Rf | ¢ = [arcsin(Liong/(2°0,68¢ Ryen)) + (220,12 — 1)=(arcsin(Lsnon /(2+0,68* Ryer)))]*360/TT

®opmyiia

SB Tf | @ = [arcsin(Liong/(2+1* Ryer)) + (2+0,14 — 1)=(arcsin(Lsnort /(2+1 Ryen))]*360/7T

Rﬂ— (p = [arcsln(l_long/(z’l' Rvert)) + (2’0,22 — 1)'(arcsin(Lshort /(2'1' Rvert))]'360/n

Rf @ = [arcsin(Liong/(2¢0,65° Ria)) + (20,2 — 1)+(arcsin(Lsnhort /(220,652 Riar))]*360/1T

LB Tf (p = [aI‘CSIn(Wmng/(Z'l' Rla[)) + (2'0,25 — 1)'(arcsin(Wshort /(2'1' Rlat))]'360/ﬂ:

RfL | @ = [arcsin(Dmax_tong/(2*1* Rix)) + (20,08 — 1)#(arcsin(Dmax_short /(241 Ria))]*360/TT

Rf | @ = [arcsin(Wiong/(2+1* Ryen)) + (2+0,16 — 1)+(arcsin(Wsnor /(2+1* Ryer))]*360/T

AR Tt @ = [arcsin(Wiong/(221* Riar)) + (220,23 — 1)+(arcsin(Wsnort /(2¢1¢ Riar))]*360/7T

Rﬂ— (p = [arCSin(Dmax_long/(z'l‘ Rla[)) + (2'0 — 1)'(arCSin(Dmax_shor[ /(2'1' Rlat))]'360/ﬂ:

P aSpa60TaHHLII>'I noaxoa MOXET OBITh  UCIIOJIb30BaH AJig pacu€Tta NOABUKHOCTH
MCKITO3BOHKOBBIX CYyCTAaBOB Yy HMCKOIIACMbIX MIICKOIIUTAIOMIUX. O,Z[HaI(O, IMPUMCHCHHUEC BO3MOKHO

TOJIBKO K Mar€pually, NpEACTAaBICHHOMY IOCICAOBATCIIBHBIMU ITO3BOHKAMH, IPHUHALJIC)KAIIUM
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onmHOM ocobu. Mcnonp30BaHue A aHaIM3a MOCIEA0BATEIBHBIX TO3BOHKOB OT Pa3HBIX 0coOei
WM HETIOCJIeIOBATEIHHBIX TTO3BOHKOB OT OTHON 0COOM MPUBEIET K 3HAYUTEIbHOW HETOYHOCTH B
paccunTanHblx ammiauTynax aROM. Jlna koppektHoro pacyera aROM mno mpencraBieHHBIM
dbopMmynaM, H3MEpPEHHs TIO3BOHKOB HE JIOJDKHBI CHHUMAThCA C Je()OPMHPOBAHHBIX HIIU
pa3pyIlICHHBIX YacTei, 3TO OCOOCHHO Ba)XKHO ISl T€X W3MEPEHHUM, KOTOPBIC HCIIOJIB3YIOTCS B
KadecTBe yuciuTenst B Qopmynax. Hampumep, ecnm Ha OTHOM W3 JBYX IOCJIEIOBATEIbHBIX
MO3BOHKOB JIeBasi U mpasasi paceTku 3uranodu3oB 00JIOMaHEI B MPOOILHOM HAMIPABICHUH, TO IS
pacueToB HENb3s MCIIONB30BaTh (POPMYJIBI ¢ YUCIUTENEM L; ecnu ke y MO3BOHKA JaTepajibHO
cKaTa HeBpajbHas Jyra, Hecymias 3urarno@ussl, TO HeJIb3s1 UCIIOIb30BaTh (POPMYITBI C YHCIUTETIEM

Dmax~
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IJIABA 3. IOABUKHOCTD ITIO3BOHOYHOI'O CTOJIBA Y
IHAPHOKOIIBITHBIX

3.1 UccaenoBannsi MOABHKHOCTH IO3BOHOYHOI0 CT0JI0A Yy MAPHOKONBITHBIX
[TapHokomnbITHRIE (TIpencTaBuTeNn OoTpsina Artiodactyla) — 3170 odueHb OoJibliass U KpaiiHe

pa3sHooOpa3Hasl, ¢ TOYKH 3pEHUs pa3MepoB, NMPOIOPLUI Tena M ajanTauui K cpene oOUTaHUs,
rpyMIa KPyMHBIX MJICKOMHUTAOUINX. MOJNEKysipHbIe TaHHBIE MTOKA3bIBAIOT, YTO MAPHOKOIIBITHBIE
KaK OTPs MOSIBIISIIOTCS €Ille B KOHIIE MeNIOBOro/Havaje naineorenoBoro nepuoaa (Meredith et al.,
2011). K aToli rpyrmime oTHOCATCS Kak BeChMa KOHCEPBATHUBHBIC IO CBOSH aHATOMUH BU/IbI (CBUHBH,
IIeKapy, OJICHbKH), KOTOpPbIE BECbMa IOXO)KHM Ha CBOMX I1aJ€OI€HOBBIX NPEJIKOB, TaK U KpaiiHe
cnenuanu3rpoBanubie Gopmel. K mocineqaum oTHOCATCS KUTOOOpa3HbIE, KOTOPhIE 32 MUJUTHOHBI
JIET BOJIFOIMH MTPAKTUYECKH TTOJIHOCTHIO MOTEPSUTH CXOXKECTh CO CBOMMH Ha3eMHBIMHU MTPEIKaMH,
oOMTaBIIMMHU B IaJIeOTeHEe Ha moOepexbe mHAMicKoro okeana (Thewissen et al.,, 2007). K
Ha3€MHBIM TapHOKOIBITHBIM OTHOCSTCSl KakK OJOMAlllHEHHbIC BHJbl: CBHHbBU, OBLbI, KO3bl U
KOPOBBI, TaK ¥ pa3HOOOpa3HbIe TuKKe (HOPMBI, TaKKE KaK kupadbl, 0ereMoThI, BEpOITIOIbI, OM30HBI
u oneHu. CeromHs Ha3eMHBIE MMAPHOKONBITHBIE PACIIPOCTPAHEHBI Ha BCEX KOHTHHEHTAX KpOMe
AHTapkTUABl (2 MX MOTOMKH, KHTOOOpa3HblE, BO BCEX OKEaHaX IUIAHEThl) U JOMUHHMPYIOT B
9KOJIOIMYECKON HUILE PACTUTEIbHOAIHBIX MIICKONMTAIOLMX CPEIHEro M KPYHHOIo pa3Mepa
(Cokono, 1979; Wilson and Mittermeier, 2011). Pa3mepsl COBpEeMEHHBIX Ha3EMHBIX
MApHOKOIBITHBIX BapbUPYIOT OT BECSAIIMX BCETO HECKOJIBKO KHJIOTPAaMM OJIEHBKOB, JTYKEpOB U
JUKAMKOB JIO JOCTUTAOLIMX MACChl B HECKOJIBKO TOHH CaMIIOB KUpadoB 1 OETEMOTOB.
[TapHOKOMBITHBIE XApPaKTEPU3YIOTCS CBOMMH HCKIIOUUTEIBHBIMH CIIOCOOHOCTSIMH K
CKOPOCTHOMY M BBIHOCIMBOMY O€Ty, YMEHHIO MaHEBPHPOBaTh Ha BBICOKOH CKOPOCTH, a TaKXkKe
COBEpIIATh NPBDKKH Yepe3 MpensaTcTBus. [IpraemM mapHOKOIBITHBIE COXPAHSIOT 3TH CIIOCOOHOCTH
B IIMPOKOM JIMANa30He pa3MepoB, Macchl U Mpomnopuuil Tena. B mporecce JJOKOMOIUN aKTUBHO
YYacTBYIOT HE TOJBKO HOTHM, HO M TIO3BOHOYHBIA CTONO, KOTOPBIM MHPUCHOCOONEH JUIs
3¢ (PEKTUBHOTO ABHKEHUS B CATUTTAIBHOM MIIOCKOCTH. CaruTranbHasi FTHOKOCTh CIIMHBI TO3BOJISIET
UM HCIIOJIb30BaTh Ui MEPEeIBHKEHUS Takoi 3(@exkTuBHbIN crnocobd Oera kak ranon. Pabora
KayJJaJIbHOW YacTH TYJOBUIIHOTO OT/EJa MO3BOHOYHHKA Y MIIEKONUTAIONIMX CHHXPOHU3UPOBaHA
C JeHcTBMEM 3aJHMX KOHEYHOCTe. Bo Bpems rajsoma MOMEHT MaKCHMAJbHOTO CrHOaHMs
MIO3BOHOYHHKA HEMOCPEICTBEHHO TPEANIECTBYET IPU3EMIICHHIO 33 THIX KOHEYHOCTEH Ha 3eMITIO,
a MOMEHT MaKCHMaJbHOTO pa3THOaHUs MPOUCXOAUT BCKOPE TIOCTIE OTPhIBA 33 JHUX KOHEYHOCTEH
ot 3emun (I'amGapsiH, 1972; Schilling & Hackert, 2006). [Togo6Hass CHHXpOHHU3AIMS TO3BOJISET
YEeTBEPOHOTMM MJICKONUTAONMM yBenuuuBarh JuinHy mara (Hildebrand, 1959) 3a cuer

CUHXPOHHOT'O COKpalleHus pa3rudareneil 3aJHUX KOHEYHOCTEN U MO3BOHOYHHKA.
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[To3BOHOYHBIN CTONO y MApHOKOIBITHBIX MEHEE MOJABUKEH, YEM Y XUIIHBIX, KOTOpbIE
COPEBHYIOTCS C HUIMH B O€re B POJISIX OXOTHHMKA U JKEpTBBL. Pa3zHuIla B 6ere HaCTOJIBKO BBIPAXKEHA,
yro [LII. TambGapsa (1972) mnpOTUBOMOCTABHI KOMBITHBIX M XHIMHBIX KaK IKHUBOTHBIX
HCITOJIB3YIOIIMX " MOPCOCTaOUIbHBIN" U "MTOpCOMOOMIIBHBIN" TajoI, COOTBETCTBEHHO. OIHAKO
PM. Anekcanap u xomnern (Alexander et al., 1985) mnokazamm, YTO YeTBEpOHOTHE
MJIEKOTIUTAIOMINE CIIOCOOHBI HCIIONB30BATh 3IACTUYHOCTh TKAaHEW CHHHBI JUIS TOTO, YTOOBI
3amacarb M HMCIOJIb30BaTh KMHETHUECKYIO SHEPTUI0 BO BpeMs rajona. Bo BpeMs BEHTpasIbHOM
diiekcun B amoHEBpO3axX MBIIII MOSCHUIBI (B MEPBYIO o4epelb aroHeBpo3e m. longissimus
thoracis et lumborum) 3amacaercsi 0OJIBIIIOE KOJTMYECTBO YHEPTUU, KOTOPasi BEICBOOOXKIACTCS BO
BpeMsl JOPCAIBHOW SKCTEH3MH. DTO TO3BOJISIET MIICKONHUTAIONUM CHHU3UTH METaOOIuYecKHe
3arparhl BO BpeMs Oera W AenaeT rajomn Haubojee 3Heprod(h(HEeKTHBHBIM aJTIOPOM Ha BBICOKOM
ckopoctu. [Ipuyuem 3To XapakTepHO Kak JiJIsl XUIIHBIX (TTOKa3aHO Ha MpUMepe JIoMallHel co0akn),
TaK | JIJIs TAapHOKOIBITHBIX (MOKa3aHo Ha mpumMepe jJaHu; Alexander et al., 1985).

He TOombko mosicHMYHBIE, HO W KayJaJbHbIE TPYIHBIE CyCTaBbl AKTHBHO YYacTBYIOT B
CaruTTAJIbHOM CrHOaHUH-PAa3TUOAHUU CIIMHBI BO BpeMs Taiona. Oto nokazanu H. Hlwimuar u P.
Xakept (Schilling & Hackert, 2006), Ha npuMepe pa3iIHUYHBIX MEIKHX MIIEKOMUTAIONIINX
(Ochotona rufescens, Tupaia glis, Monodelphis domestica). Takum 006pa3oM akTUBHasi 00JIaCTb
CIIMHBI HE OTPaHUYMBACTCS MOSCHUYHBIM OTAeNIoM. Bricokue ammmmtyast SB ROM B kaynanbHOM
YacTH TYJOBHIHOTO OT/IENa IMO3BOHOYHOTO CTOJI0OA HE COOTBETCTBYIOT B TOYHOCTH HM3MEHEHHIO
Tuna ¢acerok 3uranoduszoB or obpasyroomux Tf cycTaBbl C COUJICHOBHOW MOBEPXHOCTHIO BO
dpoHTanbHON IIOCKOCTH Ha oOpasytomme RfL cycTaBel ¢ COUIEHOBHON MOBEPXHOCTHIO B
napacaruTTaibHON miiockoctu. Hambonee kpanuanbHOW M KayganbHbli nepexon oT Tf k RfL
CycTaBaM Pa3jIMyaeTcsl y NapHOKOIBITHBIX Kak MUHMUMYM Ha 6 cyctaBoB (oT T9-T10 no T14-T15)
(Belyaev et al., 20216). Yucno rpyausix RfL cycTaBoB y pa3HbIX BUJIOB MOXKET XapaKTepU30BaTh
Hayaao o0JacTH MO3BOHOYHOTO CTONI0A, KOTOpasi akTHBHO 3aJ€CTByeTCs BO Bpems ranona. Tak,
y cBuHed mnepexoxg ot Tf k RfL cycraBam mnpoucxogutr HamOosiee KpaHUAIbHO Cpenu
NApHOKOMBITHBIX. Pe3yibTaThl HMCCIENOBAaHWN ITOKAa3bIBAIOT, YTO Y CKEJIETHO-CBS30YHBIX
MpernaparoB ATa YacTh TYJIOBUIITHOTO OT/ENIa XapaKTepH3yeTCs MOBBIICHHBIMU aMIUTHTyIaMu SB
M0 CPaBHEHUIO CO cpenHel yacTrio rpyaHoro otaena (Busscher et al., 2010; Wilke et al., 2011).

HccnenoBanust MOABMKHOCTH TTO3BOHOYHUKA TAPHOKOIBITHBIX PEIKH M (parMEeHTapHBI.
Nmerommecss nmanapie Mo UROM 17151 JKMBBIX TTapHOKOIBITHBIX MPEACTABISIOT CO00M TpyObIe
OLIGHKM OOImIell KpHBHU3HBI TMOSCHUYHOIO OT/EeNa IO3BOHOYHOTO CTOJ0a y HEKOTOPBIX
MApHOKOMBITHBIX B CaruTTaIbHON MIockocT (Hampumep, Alexander et al., 1985) u meitHoro

oTJIeIa B CarUTTAIbHOU U 00K0BOM TuTocKocTsAx (Dzemski and Christian, 2007).
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[TepBoe mmpokomacmtabHoe uccienoanue aROM in vitro nmposeneno O.4. [Tsutbmaykom
(1975). B »TOM MHCCnEnOBaHUM AMIUIUTYAbl IOJBMKHOCTH H3MEPSUINCh C IIOMOILBIO
PCHTTEHOBCKUX CHHUMKOB CKEJIETHO-CBSI30YHBIX IMPEMapaToB TMOSCHUYHBIX H IMOSCHHUYHO-
KPECTIOBBIX CYCTaBOB Yy IIIECTH BHUJOB MJEKOMUTAIOMUX. [l0SCHUYHO-KPECTIOBBIA OTAEIN
crubasm B carutrtaibHoM (SB) m OokoBom (LLB) HampaBieHusx Kak €auHOE Iienoe, 0e3
cermenTanuu Ha FSU. [IpunoxeHnHpli crubaronyii MOMEHT elie He ObUl CTaHAapTH3UPOBAH 110
Benmunbe. [lozguee k.M. I'an (Gal, 1993) mpubnusuna mpoueaypy K cTaHgapTaM XOpPOIIO
3apEKOMEHI0BABIIUX CeO METUIIMHCKUX UCCIIEOBAHUN OMOMEXaHUKHU IMO3BOHOYHHKA YEJIOBEKa
(cm. White and Panjabi, 1990), ucnonb3ys cnenuaabHbI CTaHOK JUIsl TOYHOTO TPHUIIOKEHUS
COOTBETCTBYIOLICH HArpy3Kd K MOSICHUYHO-KPECTLIOBOMY OTJIENy MO3BOHOYHMKA. B pesynbrare
ATUX HCCIEeNOBaHUN ObulM moiydeHbl AaHHbie Mo SB u LB aROM B nosicHU4HOM oOTAENe U
MOSICHUYHO-KpecTioBoM cyctaBe Capra hircus (3 oco6u; Ileubimuyk, 1975), SB aROM B
MOSICHUYHOM OTJIelie ¥ MOSICHUYHO-KPeCTIIOBOM cycTaBe Ovis aries (1 ocodn; Gal, 1993).

Haubonee Tounsie u mogpoOHbIe HccaenoBanus aMiinTys aROM y mapHOKOTIBITHRIX ObLTH
IIPOBENICHBI MTOPKE B KAUECTBE MOOOYHOTO MPOAYKTa MEAUIIMHCKUAX MCCIEOBaHUN OMOMEXaHUKH
MO3BOHOYHHMKA U CBOMCTB MEXKIO3BOHOYHBIX JHMCKOB y 4eloBeKa. /[oMalrHue MmapHOKOMBITHBIC
CTaJIu MOJICITbHBIMH JKMBOTHBIMH B 3TOW 00sacTu uccienoBanuid (Smit, 2002; Szotek et al., 2004;
Alini et al., 2008). Ha HOoBOM »sTame uccrnemoBanmii aROM BO Bcex Tpex COCTaBISIOIIUX
nofasmxHocTH (SB, LB, AR) usyuancs ¢ nomompto crankoB (Puc. 6) miga TectupoBaHus
MO3BOHOYHHMKA C (DUKCHPOBAHHBIMH 3HAYCHHUSMH TMpPUJIaraeMoil CHJIbI, MPHUKIAIBIBAEMOTO K
kaxgoMy FSU c BeiOopkoii 5-6 ocobeil Ha cycraB. CyliecTBYeT HECKOJIBKO paboT, KOTOphIE
coziep)KaT TOYHBIE YMCIIOBBIC JaHHBIE MO aMrumaTynaM aROM 1mo BceM TpeM COCTaBISIONIMM
MOABIKHOCTHU JIJISI KaXKJIOTO TIPEAKPECTIIOBOTO CYCTaBa MO3BOHOYHOTO CTOJIOA MAPHOKOMBITHBIX,
32 WCKIIOYEHHEM 3aThUIOYHOTO M MOSCHUYHO-KPECTIIOBOTO CYCTaBOB. DTO CTaThU MO OBIIAM
noponsl MmepuHoc (Wilke et al., 1997a) u nomamneit ceunbe (Wilke et al., 2011). B uccinenoBanmsix
no xkopose (Wilke et al., 1997b) u 6rnaropogaomy osnento (Kumar et al., 2002) noaBuxHOCTH ObLTa
U3y4YeHa TOJNBKO UIS TYJIOBHITHOW YacTH MO3BOHOYHHKA. CyIIECTBYIOT TaKXKe aJlbTepPHATUBHEIC,
HO MeHee moiHble uccienoBanus mo aROM y osenr (Kandziora et al., 2001) u cBuneit (Busscher
et al., 2010). B HeckonmpKux Apyrux paboTax METOJUYECKUH MOIXOJ HECKOJIBKO OTIMYANICS OT
BhITIIeOnMMcaHHoro. Tak B uicciienoBanu aROM B mieitHOM oT/iesie y Jiambl U anbiiaku (Stolworthy
et al., 2015) mepen n3mepeHussMu OblIa yajieHa BBIMHAS CBsI3Ka. B HECKONBKUX MCCIEIOBAHMIX
MOSICHUYHOTO OTJIeNa Y KO3 He CTosia 11eb olleHkr aROM, mosToMy dKCTieprMeHTa bHbIE TaHHBIS
CHWJIBHO OTJIMYAIOTCS OT MPEAbIIyIIUX. Tak B HCCIETOBAHMHM MEXKIO3BOHKOBBIX HMMILIAHTOB
HCIIOJIb30BAIMCH 3aMETHO OoJiee HU3KUE 3HaueHusl Harpy3ku Ha cycrtas (Krijnen et al., 2006), a B

HCCICA0BaHNU CBOMCTB MEKIIO3BOHKOBBIX JUCKOB IIEPE] aHAIN30M Yy ITO3BOHKOB ObLTH YAAJICHBI
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ocTucThie U monepeunbie oTpoctku (Detiger et al., 2012). B uccnenopannu aROM B mieitHoM
ornene y xupada u okarmm (Gunji and Endo, 2016) uccrnenoparenu MCHONb30BAINA B KaueCTBE
MaTrepuansa He OYHINECHHBIC OT MBI IIeU >KUBOTHBIX, M3MEPSS TaKUM OOpa3oM aMIUTHTYIbI
muonorudyeckoro SB aROM.

Kpome Toro, HekoTopbie UCCIIEAOBATENN NBITATUCH MPUOIU3IUTEIBHO OLICHUTh aMIUTUTYIbI
uROM 1 aROM y napHOKONBITHBIX C TIOMOIIBIO (hoTorpaduii, BUaAEO3anuceid 1 MaHHUITYJISIHNA ¢
cyxumu no3BoHkamu (Dzemski and Christian, 2007). To4HOCTh TaKkuX OLIEHOK aMIUIUTYZ B
OTJIEJIbHBIX CyCTaBaX COMHUTENbHA, 0COOeHHO B oTHOIIeHuu LB 1 AR.

B nononnenue k uccienoBaHUsIM, B KOTOPBIX MPOBOAMINCEH U3MepeHus ammiutyn aROM u
uROM Ha nepnaparax, B HEKOTOPBIX HOBEHIINX HCCIEAOBAHUSAX MOJECITHPOBAIUCH AMILTUTY/IbI
ROM Ha ocHoBe Manunynsuuii ¢ 3D-Monensimu 1o3BoHKOB (in silico uccnenoBanus). Micnomnb3ys
ATOT MOAXOA, OBLITN U3YUYEHBI BCE TPU COCTABISAIONINE TOABMKHOCTH B cycTaBe C7-T1 y 37 Bunos
napHokonbITHRIX (Miiller et al., 2021), a Takxke SB u LB B mieifHOM oT/esie MO3BOHOYHUKA Y
xupada (Vidal et al., 2020). bonee crporum, HO U Gojee ONM3KUM K pealbHBIM aMILTUTYIaM
ME)KI03BOHKOBOW MOJBMKHOCTU METOJIOM, KOTOPBIM TaKKe YCIIOBHO MOYKHO OTHECTHU K in silico
uccienoBanusam, sapisercss Finite Element Analysis. IlogoGHas monens Oblia mocTpoeHa st
nieitHoro otrzaena y osisl (Watson et al., 2014).

B nenom, nocrymHeie B muteparype u3mepeHuss aROM y MapHOKOMBITHBIX MPEICTABICHBI B
Tabnuue 13. OHU 0XBaTHIBAIOT 5 COBPEMEHHBIX ceMEICTB U TobKO 10 (6 nomMamHuX U 4 JUKUX)
u3 6onee yem 200 coBpeMeHHBIX BUAOB NapHOKOoNbITHEIX (Wilson and Reeder, 2005; [TapnuHOB,

2006).

Tabauua 13. MccnenoBanus TOABMKHOCTH MO3BOHOYHOTO CTOJI0A Y MTAPHOKOIBITHBIX

Cenmci B [ eftubIit I'pynnoit TlosicHUYHBIH
eMenerso 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
. Giraffa camelopardalis

Giraffidae Okapia johnstoni 8,13 8 N/A
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 h|_rcus 3,5 3,5 3,5 3,4 3,4 3,4 4711 711 11
Ovis aries
. 7. Krijnen et al., 2006 - in vitro
1 Hrfmbmqyl(’.lg?s ~Invitro 8. Dzemski and Christian, 2007 - video, manipulation
2. Gal, 1993 - in vitro L=
" Lo 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 11. Detiger et al., 2012 - in vitro
5. Kandziora et al., 2001 - in vitro S
6. Kumar et al.. 2002 - in vitro 12. Stolworthy et al., 2015 - in vitro
) N 13. Gunji and Endo, 2016 - in vitro
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OcoOblif HHTEpEC B UCCIEIOBAHUAX MMOJIBUKHOCTH MO3BOHOYHUKA YICISIICS MOJBUKHOCTH
B MOSICHUYHO-KPECTI[OBOM CYCTaBe. JTOT CYCTaB SIBIISICTCS OJHHM W3 HaWOOJIEe BaXKHBIX B TeEle
MJICKOITUTAIOIIETO, TIOCKOJIBKY OH COEAHMHSIET JBa (YHKIIMOHANbHBIX Onoka Tena. C omHOMU
CTOPOHBI, 3TO TPYJHOW M MOSICHUYHBIA OTAEJBI CIIMHBI, C Apyroil — kpecreu. Ha kpectue npu
MOMOIIIM TYTOMOABHKHOTO COUJICHEHMSI 3aKPEIUICH Ta3, KOTOPBIM SIBIAETCS OMOPOM ISl 33 JHUX
KoHEYHOCTEH. [10SCHUYHO-KPECTIIOBBIN CYCTaB aAaNTUPOBaH y OBICTPOOETAIOIINX YETBEPOHOTHX
MJICKOMTUTAIONINX K TUIEPIIOIBIKHOCTH B CAarUTTAIBHON IJIOCKOCTH. B MpOBENEHHBIX in Vitro
uccienoBanusx nmonsmwkHocTy (ITsuibimayk, 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 uccienoBanusx aswxkenus (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) 6pO0 moOkKa3zaHo, 4TO pasHooOpaszue ammautyn SB aROM B MOSCHUYHO-KpPECTIIOBOM
CyCTaBe y pa3jNYHbIX MJICKOMUTAIOUINX OYEHb BBICOKOE. Y KUBOTHBIX, KOTOpPbIE HE 3a/IeHCTBYIOT
MO3BOHOYHBIN CTOJIO BO BpEMs Tajiona W MPBDKKOB, aMIUTHTYyAa SB B MOSCHHYHO-KPECTIIOBOM
cycTaBe JOBOJIBHO HHU3Kas. Hambosee moka3aTebHBIM IPUMEPOM SIBIISICTCS ABYIIAJIBIN JICHUBEIT
(~4°) (Nyakatura & Fischer, 2010). V oObikHOBeHHOTO exa (Erinaceus europaeus) W
eBporeiickoro kpora (Zalpa europaea) MOABUKHOCTH B IMOSICHUYHO-KPECTLIOBOM CyCTaBe HE
OTJIMYAETCS OT IMOABUKHOCTH B TMOSICHUYHBIX CycTaBax mo3BoHOYHWKA ([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) ammutyael SB B MOSCHUYHO-KPECTIIOBOM CYCTaBe€ BBICOKHE, HO HE HAMHOTO
NPEBBIIIAIOT TOJABMKHOCTH B MOSICHUYHBIX cycraBax (Gal, 1993). V uerBeponorux
MJIEKOITUTAIOIINX, KOTOPbIE aKTUBHO 33J€MCTBYIOT SB B Kay/naabHON YacTH TYJIOBHIIHOTO OT/Ela
MO3BOHOYHOTO CTOJI0A BO BpeMsi Tajiomna, Mbl HAaXOAWM TMPUMEPHl Pa3BUTHS CaruTTaIbHON
TUMEPIIOIBIYKHOCTH B MOSICHUYHO-KPECTIIOBOM CycTaBe. Tak, 3To XapakTepHo it Bonka (Canis
lupus), cobaxu (C. lupus familiaris), 6apcyka (Meles meles), xomiku (Felis catus), Turpa (Panthera
tigris), aryapa (Panthera onca), nomanu (Equus ferus caballus), oBusl (Ovis aries), ko3wl (Capra
aegagrus hircus), xponuka (Oryctolagus cuniculus) m pwhxe-ceporo Baabu (Notamacropus
rufogriseus) (Ileubeimayk, 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). Y Bcex 3TUX TepuEBHIX
MJICKOTIMTAIONIUX aMILTUTYAbl SB B TMoSCHHUYHO-KpecTiioBOoM cycTaBe (20-45°) 3HaYMTENHHO

MMPEBLINIAKOT TAKOBLIC B CyCTaBaX BHYTPU MMOACHUYHOI'O OTACIIA.

3.2 UcciienoBaHHBIA MaTepuaJl
HCCJ’IGHOB&HI/Ie MOABMIKHOCTU TMPEAKPECCTHOBOIO0 OTACIa IMO3BOHOYHHUKA OXBaTbIBACT

npencrasuTeneil Bcex 10 coOBpeMEHHBIX CEMENCTB MAapHOKOIBITHBIX, OTHOCAIIUXCS K 32 ponam,
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38 Bumam. [lomHBIH CHHCOK HWCCIEAOBAHHBIX JKMBOTHBIX mpenacTaBieH B Tabmume 1 (cm.
[Tpunoxenue 2).

WccnenoBanne  MOABMXKHOCTH — TMOSICHUYHO-KPECTIIOBOTO  CyCTaBa  OXBaThIBaeT
npeacraButesnei Bcex 10 COBpEMEHHBIX CEMEMCTB MAPHOKOIBITHBIX, OTHOCSIIMXCS K 57 polam,
78 Bumam, 233 ocobsm. Y 183 ocobeil Obuta M3ydeHa TOJBKO MOJBHXKHOCTH B IMOSCHUYHO-
KpectoBoM cycrase. Eme y 50 ocobeii Obl1a n3yueHa NOABMKHOCTh BO BCEM NPEIKPECTIIOBOM
OTJelie MO3BOHOYHOTO CTon0a. [TONMHBI CIHUCOK WCCIIEOBAHHBIX JKUBOTHBIX IPEACTABICH B
Tabmune 3 (cm. [punoxenne 2).

W3yudenHsblil MaTeprall XpaHUTCA B KOJUIeKIUsIX: MHCTUTYyTa po0IieM SKOJIOTHH U HBOIOLUN
umenun A.H. CesepuoBa PAH (IEE), Poccus, Mocksa; Koponeckoro myses lLlenTpanbHoi
Adpuxu (RMCA), Tepsropen, benbrus; 3oonorunueckoro nuactutyra PAH (ZIN), Poccust, Cankr-
[TeTepOypr; 30omoruyeckoro my3esi MOCKOBCKOTO rOCyJapCTBEHHOTO yHUBepcuTeTa nMenu M.B.
JlomonocoBa (ZMMU), Poccust, Mockaa.

W3MepeHusi M3yuyeHHOro Marepuajja IPOBOIMIMCH B COOTBETCTBHE CO CXEMOM 3aMepoB,
npezacrasienHoi Ha Puc. 9 u Puc. 10 u moapoGHO ommcanHo# B pasgene 2.3.2. M3mepeHus
MPOBOJIMINCH AIEKTPOHHBIM IITAHTCHIIMPKYJIEM, 3aMep (PUKCUPOBAJICS ¢ TOUHOCTHIO IO OJHOMU
JECATON MUJUIUMETpA.

3.3 MeTonnka aHajm3a

3.3.1 Ucnouab3oBanHbie GoOpMYJIbl
Bce paccunrtannbie 3nauennss aROM npenctaisior coboit aMmuTyasl ABuxeHus. s SB

paccuMTaHHas aMIUIMTYy/a NPEACTaBiIsieT co0OW CyMMy BEHTPalbHOW (DIEKCMU M JIOpCalbHOM
sKcTeH3uu, Uit LB u AR — cyMMy cOOTBETCTBYIOIIMX JBM>KEHHM BJIEBO U BITPABO.

Jns pacuera aROM wucnonb3zoBanuch (HopMysbl, ONTHUMU3HPOBAHHBIE JJII TPEX BHUIOB
MOJIETTFHBIX TapHOKOIBITHBIX: CcBHUHEW, oBerr u kopoB (Wilke et al, 1997a, B, 2011).
Hcnonb3oBanHble Gopmyisl mpencrasieHsl B Tadbmune 11. {1, BeposTHO, O0sblIel TOYHOCTH
pacdera MOXXHO OBUIO HCIOJB30BaTh B TPUTOHOMETPUYECKHX (opMynax 3HAUYCHHS
k03¢ puLreHToB, OTKaIMOPOBAaHHbIE IJIs JOMAIIHEN CBUHBU JUIsl BceX IpenacTtaButeneil Suidae,
oTKaIuOpoBaHHbBIE ISl oBell — Uit Bcex Caprinae, a OTKaIMOPOBAHHBIE IS KOPOB — JUIS BCEX
Bovini (Puc. 15). Onmnako ans fapyrux rpynn NapHOKONBITHBIX (Hampumep, Camelidae)
HEBO3MOXKHO  TO00paTh  ONTHMajbHblE 3HaueHHs  koddduuumentroB. Mcmnonb3oBaHue
YHHBEPCAIBHBIX KOA()(UIIMEHTOB, OTKAIMOPOBAHHBIX JUII TPEX BHIOB ITAPHOKOIBITHHIX,
rapaHTHPYET, YTO BCE MEXBHUIOBBIE pa3innuus B aROM, BEISIBICHHBIE B JAHHOM HCCJICIOBaHUH,
CBSI3aHbl C TE€OMETPHUEH IMO3BOHKOB, a HE C PA3IUYMUAMU B HCIOJIB3YyEMBIX KOd(pQHIIMEeHTaX.

HenocrarkoM ucmonab30BaHUS YHUBCPCAJIbHBIX KOB(b(pI/ILII/ICHTOB JJI1 BCE€X BHAOB ABJIACTCA
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(paamax ot MMH k MAKC) (paamax o1 MMH k MAKC) (pasmax ot MMH k MAKC)

Puc. 15. WzmenuunBocth aROM (amMana3oH 0T MakcMMyMa [0 MHHHMYMa) B CyCTaBax
NPEAKPECTIIOBOTO OT/ENa MO3BOHOYHOTO CTOJ0A Y MAaPHOKOMBITHBIX. AMITIUTYAbI PACCUUTAHBI C
pa3nuuHbIMU 3HaueHUsIMH KoddpdummentoB Kr u Ks B dopmynax. aROM, paccunTanHblil C
OOIMMMHU A1 TpeX MOJAEIbHBIX BHJOB MAapHOKONBITHBIX K03(duimenTamu, mokazaH IBETHBIM
nonuroHoM. (a) SB aROM; (6) LB aROM, (8) AR aROM. Ocp abcuucc rpagyupoBaHa 1o

HOMepaMm cyctaBoB. 13 Belyaev et al., 20216 ¢ u3mMeHeHUsIMHU.
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HEKOTOpas MOTepsi TOYHOCTH paccuuTaHHbIX 3HaYeHUH aROM y Caprinae, Bovini u Suidae. s
MPEICTAaBUTENICH ATUX TPEX TAaKCOHOB 3HaueHWss aROM ObUIM JOTMONHHUTEIHHO PACCUUTAHBI C
MCIIONb30BaHUEM BHUIO-crieniupuueckux kod(hGuimeHToB (3TH JaHHBIC IpeACcTaBlIeHbl B Tabnuiie
S3 B Belyaev et al., 20216), HO OHM HE HCIIOJIb30BAIMCH I aHAIW3a JAHHBIX. Paznmuuus B
3HaueHusIX aROM, pacCYUTaHHBIX C MTOMOIIBIO PA3TMYHBIX KOI(DPHUIIMEHTOB, IPEICTABICHBI IS

BCEl BBIOOPKHU M3YUYEHHBIX TAPHOKONBITHBIX Ha Puc. 15.

3.3.2 U3mepenusi 1 pacueT Nponopumii
beimn m3MepeHbl UIMHBI OTNENOB (IIEWHBIA, TPYAHOM, MOSACHUYHBIN, KPECTILOBBIN) U

obnacteit ¢ paznmuunbiM THIOM (acerok (Rf, Tf, RfL) mo3BoHouHOrO cTonmba misi M3ydeHUs
B3aMMOCBA3M  MEXKIY JIMHEWHBIMH  pa3MepaMHd TO3BOHOUYHHMKA U MEXKIIO3BOHKOBOM
MOJIBIXKHOCTBIO. 3amepsl nipeacTaBiensl B Tabnunax 2 u 4 (Ilpunoxenue 2). JlnuHa usmepsiiach
HA COWICHECHHOM IO3BOHOYHHKE BJIOJIb BEHTPAJIBHOW JIMHUU TENl TO3BOHKOB. Hampumep, mmHa
HIEHOTO OT/AeNa u3Mepsuiack ot nepeanero kpas Cl (atnmanta) o 3anuero kpast C7 u .10 (Puc. 1,
2).
Ha ocHOBaHUM 3THX HU3MepeHul ObUIH PACCYMTAHbI CIICAYIONINE TPOMOPLUU:

e  JUIMHA IICHHOTO OT/ela / UTMHA TYJIOBHUIIHOM YyacTu no3BoHouHKKa (T+L+S);

e JUIMHA IPYAHOTO oThena / jymHa T+L,;

e  JUIMHA MOSICHUYHOTro otnaena / anuna T+L; qnuna Tf obmactu / momHa T+L;

e juuHa RfL oGnactu / muua T+L.

3.3.3 Pa3mep u Bo3pacT M3y4eHHbIX NAPHOKONMBITHBIX
OTaJoOHHbIE JaHHBIE N Vitro WCCIENOBaHUI, UCIOJIb30BaHHBIE NMPHU BaTUAALUNA MOJIEIN

OTHOCSTCS K MJIEKOITUTAIOLIUM CPEIHET0 U KPYMHOTo pasMepa. [loaTomy Hen3BeCTHO, HACKOIBKO
3pdeKTUBHO HCMONb3yeMass MOJENb CIOCOOHAa pPacCUMTHIBaTh aMmiuTyasl aROM vy
MIIEKOTIUTAIOMMUX HeOombmoro pasmepa. C yMeHbIIEHHEM pa3MEpoB Tela M I03BOHKOB, B
YaCTHOCTH, BO3pacTact BIIUAHUC CJ'Iy‘-I&fIHI:IX omrnboK npu HU3MCPCHUUN Martcpualia
MITAHTEHIIUPKYJIEM Ha TOYHOCTh OKOHYATENbHBIX pacueroB. [losToMy mpoBeneHHOE
HCCJIEJIOBAaHUE CKOHIIEHTPUPOBAHO B OCHOBHOM Ha TMAPHOKOMBITHBIX CPEAHETO U KPYIHOTO
pa3mepa.

Taxxke crTout OTMCTUTH, YTO T'COMCTPHA IMO3BOHKA M €TI0 CYCTaBHBIX OTPOCTKOB MOXKET
3aMETHO OTIUYATHCS Y FOBEHIIBHBIX M B3POCIBIX )KHUBOTHBIX, YTO paHee OBIJIO OMUCAHO It CO0aK
(Benninger et al., 2006). ¥V roBeHHIBHBIX 0c00ell HEKOTOPbIE MOp(dOIOrHuecKre 0COOCHHOCTH
KOCTEH eIle He IMOJIHOCTBIO Pa3BUTHI IO CPABHEHUIO CO B3POCIBIMH JKHBOTHBIMHU. J[s1 Ooiee
TOYHOI'O aHAJIN3a JAHHBIX B DTOM HUCCIICJOBAaHNU MBbI HpI/I6CFaJ'II/I K UCITIOJIbB30BAHUKO FOBECHUJIBHBIX

0c00€i TOJIBKO B CJIydac OTCYTCTBHs HCO6XOIII/IM01“0 MaTtcpualia st B3pOCJIbIX oco0ei.
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3.3.4 Ilpouenypa anajm3a JaHHBIX
Jannple aHanmsupoBanuch B mporpamme IBM SPSS Statistics 23. V 183 u3 233

UCCIIEIOBAHHBIX 0CO0€E OBLIM U3y4EHBl 5 METPUUECKHUX XapAKTEPUCTUK: KOJTMUECTBO KPECTIIOBBIX
MO3BOHKOB, JyTMHA KpecTia (MM), SB aROM B nosicanyno-kpectiioBoM cyctase (°), LB aROM B
nosicHuyHo-kpectioBoM cycrase (°), AR aROM B mnoscHuuno-kpectiioBom cyctase (°). Y
octanbHbIX 50 ocoOeil Obula W3yuyeHa TMOIBMKHOCTH BO BCEM IPEIKPECTIIOBOM OTIEINe
[IO3BOHOYHOIO C€TO/0A, @ TAaK)Ke MHOTME METPUYECKHE XapaKTePUCTHUKU I03BOHOUHUKA. [Ipu
aHaJIM3€ JJaHHBIX YUYUTBIBAJIMCh OTPAHUYEHUS MOJIENH, IIOAPOOHO ONMCaHHbIe B pa3zene 2.5.2.

ITepen aHanM30M IaHHBIX IEPEMEHHBIE OBLIIM IPOBEPEHBI HA HOPMAJIBHOCTD PACTIPENAETICHUS
¢ nomorsio Tecta Konmoroposa — CmupnoBa (K-S tect). Pesynprarsl K-S Tecta nmokazansl, kak
OTAENBbHBIA cTONOEl] BO Bcex TaOIMIAX C XapaKTepUCTUKAaMH IO3BOHOYHOIO crtonda u
HOABMKHOCTH B cycTaBax. B ciyuae, eciu K-S Tect nokasbiBai, 4to pacupeaeaeHue nepeMeHHon
ABJIIETCS HOPMAJIbHBIM, TO JJI JaJbHEWIIEr0 aHajlu3a HCIHOJb30BAIKNCh MapaMeTpUYECKHe
kputepun. Tak, 1 cpaBHEHUS MOABMKHOCTH B DPA3JIMYHBIX OT/AEIaX IMO3BOHOYHOIO CTOJ0a
ucnonb3oBaics f-rect CTbIOfEHTa JUIsl NapHBIX BBIOOPOK. OQHOGMAKTOPHBIM AMCIIEPCHOHHBIN
aHanu3 (ANOVA) ucnonb3oBajcs A CpaBHEHUS MOJBM)KHOCTH IO3BOHOYHOIO CTOJ0a cpenu
pa3MyHBIX Tpynn NapHOKOMBITHBIX. Ecom K-S Tect mokaseiBam, 4uro BhIOOpKa HE HMeEET
HOPMAJIbHOTO  pacupelesieHus, TO i1 JaJbHEWIIero  aHajiu3a  MCIOJIb30BAJINCh
HenapaMeTpUuecKue KpuTepuu. Tak, [UIsl CpPaBHEHMs NOABMXKHOCTH B Pa3JIMYHBIX 4YacTAX
MO3BOHOYHOI'O CTOJI0A MCIIONB30BAJICS KPUTEPUI 3HAKOBBIX paHroB Buikokcona. Kputepwuii
Kpackena — Yonnuca ucnosnb30Basics 1Ji1 CpaBHEHUS MOIBUKHOCTH ITO3BOHOYHOTO CTOJI0A Cpeu
Pa3IUYHBIX TPYII MapHOKONBITHEIX. Koadduiment koppemnsuu [lupcona () ucronb3oBancs 1ist
W3y4YEHUs JTMHEUHBIX B3aUMOCBA3EH MEKIY Pa3IMUHBIMA METPUUYECKUMH NIEPEMEHHBIMU.

[Tpu aHanu3e JaHHBIX CYCTaB, PACIIONIOKEHHBIN MEKIY MOCIEIHUM T'PYAHBIM IIO3BOHKOM U
L1 cunrancs OTHOCAUTUMCS K TOSICHUYHOMY OT/ZIeTTy TO3BOHOUYHHUKA. B Tex cimyuasx, Koryia 0061acTh
Tf cycraBoB pazbuBanach i aHaJIM3a HA KPaHUAIbHYIO U KaylaJbHYIO MMOJIOBUHBI MPU YETHOM
konuuectBe Tf cycTaBoB, OHM JAETWINCh IOPOBHY MEXAYy KpaHHAJbHOW M KaylaldbHOM
MIOJIOBUHOM; TPH HeYeTHOM KonndecTBe Tf cycTaBoB ‘MUIIHUI’ CyCTaB OTHOCHJICS K KPaHUAIbHOM
nostoBuHe TT oTxena.

Bmecte ¢ ANOVA wucnonp30oBalvch TpU METONA ANOCTEPUOPHBIX MHOMXKECTBEHHBIX
cpaBHenuii: Duncan, Scheffe u Tukey's HSD. B kauectBe rpynnupyromux nepeMeHHbIX IS
ANOVA ucnosib30Baluch: TAKCOHOMUYECKasi TPYNIIUPOBKa, (opma Oera (mo ['ambapsny, 1972),
cpena OOMTaHUs U TUI MTUTAHMUSL.

TakcoHoMHUYeCKUHA aHAJIU3
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N3-3a pa3nuyHOro KOJMYECTBA OCOOEH, BONICAIINX B HCCICAOBAHUS TOSCHUYHO-
KpECTIIOBOIO CyCTaBa W BCEro MPEIKPECTIOBOIO OTJEeNa, Mbl HCIOJIb30BAJIM pPa3HbIC

TAKCOHOMUUYCCKUC TPYHIIUPOBKKU B CTATUCTUYCCKOM aHAJIU3C. HJI?I HOACHHUYHO-KPCCTIHOBOT'O

CYCTaBa MCIOJIb3yeMbIC B aHAJIN3€ TAKCOHOMUYECKHE IPYIITbI BKIIIOYalT cemerictBa: Camelidae,
Suidae, Tayassuidae, Tragulidae, Hippopotamidae, Giraffidae, Antilocapridae, Cervidac u
Moschidae. M3-3a 60ibmIOro Kolm4ecTBa MpeACTaBUTENCH W pa3zHOooOpasus GopM, CEMEUCTBO
Bovidae 0b110 pa3neneHo Ha detbipe noarpymnmsl: (1) moxcemerictBo Caprinae, (2) Tpuda Bovini,
(3) xpyniabie anTuiionsl (npeacraBurenu Alcelaphinae, Boselaphini, Hippotraginae, Tragelaphini)
u (4) menkue anTuionsl (npencraBurenu Antilopini, Cephalophinae, Neotragini). Ilpu ananuze

CBS3M TaKCOHOMHMYECKOM COCTaB/IAIONICH C IIOABMIKHOCTRIO B IIPEAKPECTIIOBOM OTACIE

MPEJICTABUTEIM MOHOBHJIOBBIX CEMEHCTB OBLIM pacCMOTpPeHBI coBMecTHO: Moschidae Bmecte ¢
Cervidae, Antilocapridae Bmecte ¢ Antilopinae. [lekapu (Tayassuidae) ananuzupoBanucs BMecTe

¢ Suidae. MroroBsie rpynmsl aisi OpeakpectiioBoro otraena: Suina (Suidae + Tayassuidae),

Camelidae, Hippopotamidae, Giraffidae, Cervidae (+ Moschidae), Caprinae, Antilopinae (+
Antilocapridae), Bovini, kpymubsie antwionsl (Alcelaphinae, Hippotraginae, Tragelaphini).
[lpencraBurenmu Tragulidae He ObUIM THpPOAHANM3UPOBAHBI BMECT€ C  OCTAJIBHBIMU
NapHOKOIBITHBIMU M3-3a ONACEHUH, YTO MaJIble pa3Mephl CKaXXyTCsS Ha TOYHOCTH U3MEPEHHH (CM.
3.3.3). Tem He Mmenee, crnienndruka aROM B MpeAKPECTIIOBOM OT/IENE MO3BOHOYHHUKA Y OJICHBKA
Obl1a pacCMOTpeHa OTJIeNbHO B pazzaene 3.5.7.

JIoOKOMOTOpPHBIN aHAJIN3

I1.I1. FamOapsin (1972) BeInenna ciegyromye mects (opM 0era y KOMbITHBIX:

1. CxopocTtHast ¢opma — SBIS€TCS afanTallied K JKU3HU B OTKPBITBIX JaHAmMAadTax,
XapaKTepU3yeTCsl BBICOKOH CKOPOCTBIO M BBIHOCIHBOCTBIO Oera. Ee OTIMYHTENbHBIMH YepTaMu
SIBJIAIOTCS OoJiee ToIorasi TpaeKTOpusl Oera ¢ He3HAYUTENLHBIMH KOJIEOAaHUSMH LIEHTPA TSKECTH
BO Bpems O€30MOpHBIX CTaauil Tajoma, W, HAoOOpOT, OONBIIMMH YIIaMH BBUIETA |
BEPTUKAIBHBIMUA KOJICOAaHUSIMH BO BpeMst OoJjiee MEUICHHBIX aJUTFOPOB — PBICH W WHOXOIH.
YBenmm4yeHne CKOpOCTH Oera MPOMCXOJUT B OCHOBHOM 3a CUET YBEJIHUYSHHs YaCTOTHI IIaroB, a He
3a cyera JUIMHBI ara (TUITHYHbBIE IPEACTaBUTENN — CEBEPHBIN OJIEHB, THY, BUJIOPOT, CaliTraK).

2. TIpbDKKOBO-CKOpOCTHasi (opMa — Takke ObICTpasi, HO MEHee BBIHOCIUBAs, YeM
ckopocTHas (opma Oera, XapakTepusyromiasicst 0oyiee KpyToil TpaekTopueil (00JIbIINMU yTIIaMu
BBIJIETA) IIEHTPa TSHKECTH Tella Ha Oe30MOpPHBIX CTAAMsSIX BO BpEMsl rajorna, W, Hao0opoT, Ooiee
HU3KUMH KOJIEOAHUSIMM IIEHTpa TSKECTHM BO BpEMs pBICH. YBEJIWYEHHE CKOpocTH Oera
JIOCTUTAETCS] B OCHOBHOM 32 CUET yBEJTMUEHUS JUIMHBI 11ara (3a cueT yUIMHEeHHUs 0€30MOpHBIX (a3)
BMECTO YBEIIMYCHUS YaCTOTHI IIaroB. Jta (popma Oera XxapaKTepHa JJIsl JIETKO-CIOKESHHBIX JIECHBIX

KOTIBITHBIX (TUIUYHBIE TIPEJCTABUTEIN — JDKEHPaH, JIaHb, KOCYJIs, OJICHBKH).
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3. IlpekkoBast popma — Oer, XapakTepHBIH 111 HEKOTOPBIX TOPHBIX BUOB MaPHOKOIBITHBIX.
Ora ¢opma Oera cBs3aHa C ajanTanMeld K JUIMHHBIM OJUHOYHBIM TPBDKKaM (TUIIWYHBIE
NPEACTaBUTENN — MapXyp, CEpHa, TOPHBIN KO3€M).

4. Tlonmyrsoxkenass ¢opma — Oer, XapaKTepHBIM ISl KPYMHBIX U TSKEIbIX KOMBITHBIX
(narpumep, OblYbMX). OTIHYAETCS JOMOJHUTEIBHBIM CHI)KEHHUEM BEPTUKAJIBHBIX KoJjeOaHui
[EHTPa THKECTH Tela MO CPAaBHEHUIO CO CKOpOCTHOU (opmoit. OmnopHas (a3a koHEUHOCTEH
XapaKTepU3yeTcsl TOHIKEHHEM aMIUINTYJ TOABIKHOCTH B CyCTaBaxX KOHEYHOCTEH W
yYMEHbIIIEHHEM YIvia mara (T.e. yIia, Ha KOTOpPbIi KOHEYHOCTh B II€JIOM MTOBOPAYMBACTCSI BOKPYT
TOYKU KOHTAKTa C 3eMJIeH).

5. TapanHnas (hopMa — XxapakTepHa JJisi MACCUBHBIX JICCHBIX KOMBITHBIX (TaKue Kak, MeKapH,
cBuHbM). OCOOEHHOCTH TapaHHOTO Oera CXOAHBI C OCOOCHHOCTSAMH NPBDKKOBO-CKOPOCTHOM
dopmbl. Paznuna He Obuia yeTko copmynupoBana ['amOapsiHOM, 32 UCKIFOUEHHUEM HECKOIBKO
0oJiee BHICOKUX aMILTUTY/l ABMKEHUS B CyCTaBaX KOHEYHOCTEH, YeM MPH MPHHKKOBO-CKOPOCTHOM
Oere, HO caMm TepMUH "TapaHHas" MOApPa3yMeBaeT HU3KYIO MAaHEBPEHHOCTb 3TUX KUBOTHBIX.

6. XoaynpHas popma — Oer Ha O4YeHb BHICOKUX KOHEUHOCTSIX, OCTAIOIINXCS BBIMPSIMIICHHBIMU
B (paze omopsl (TUITUYHBIC MPEACTABUTETN — kupad, BepOIIto, JIOCh).

Cpena oOuTanusi U TUII MUTAHUS

Cpena obutanus Oblla paszeseHa Ha YEThIpE MOATPYIIbI: OTKPHITHIE MPOCTPAHCTBA, JIEC,
TOpBl W TIONYBOJHAsA. XapakTep NMHUTaHUS ObLT pa3/elieH Ha YeThIpe TOATPYIIIBI: BCEsIHBIE,
JUCTOSTHBIE, TPABOSAHBIE, CMEIIaHHOE MUTaHUE (IUCTOsAIHBIe/TpaBosiiHbIe). Cpena oOuTanus u
TUI TUTaHUS Y MAPHOKOMBITHBIX OIMpPENesUINCh MO JIuTeparypHbiM HaHHbIM (Cokosos, 1979;
Janis, 1982; Wilson and Mittermeier, 2011).

Hepapxuueckuit knactepHbiii ananuz (HC) (Z-ouenku, Meton MeXrpynmnoBbIX CBSI3EH,
EBknuaoBo pacctosiHue) ObUT TPOBEACH C HCHOIB30BAaHUEM JIeBATH TNepeMeHHbIx aROM
(cymmapnsiif SB, LB u AR aROM B Rf, Tf u RfL cycrasax).

JUtss NOACHUYHO-KPECTIIOBOTO CycTaBa ObUIa NOCTPOEHA CTEIEHHAs PETPeccUst MExXIy

MOABIKHOCTBIO B TMOSCHUYHO-KPECTIIOBOM CyCTaBe M Maccoil Tena. ONEHKH MacChl Tela y
U3y4yaeMbIX BHJIOB ObUIH OCHOBaHBI Ha uTeparype (Coxonos, 1979; Wilson & Mittermeier, 2011).
Ecnu 611 M3BECTEH MOJ M3yyaeMoi 0co0H, TO HCIIOIb30BaIaCh CPEAHSI Macca Tela XapakTepHas
JUTSL caMIla Wik caMKd. Eciu monr ocoOu OBIIT HEM3BECTEH, TO HCIIOIB30BAJIOCH CPEHEE 3HAUCHUE
Macchl Tena It caMIioB U caMok. Jlyis moapocTkoB (subadult) ucnonb3oBancs HIKHUNA TpeAes
Macchl TeNa JJIsi COOTBETCTBYIOIIETO MOJa.

Bruta mpoBeseHa He3aBUCUMast OLIEHKA BIAMSHUSA (POpMBI Oera U ajuioMeTpUH, CBSI3aHHOM C
Maccoil Tena, Ha MOJBM)KHOCTH MOSCHUYHO-KPECTIIOBOTO cycraBa. [l aToro Obiia oroOpaHa

NOJBLIOOPKA MapHOKOMBITHBIX cpeAHero pasmepa ot 34,5 g0 139 kr, koTopasi BKJIIOYAET BCEX
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M3YyUYEHHBIX KOIBITHBIX C NPBDKKOBOM (opmoit Oera, a Takxke OOJBUIMHCTBO H3YyUYEHHBIX

IpeAcTaBUTeNei CKOPOCTHOM, MPBIKKOBO-CKOPOCTHOM U TapanHo# ¢opm Oera (Puc. 22 a, B). B

3Ty MOJABBIOOPKY HE BOILIHU MPEICTABUTEIH MOTYTHKEION U XOMYylIbHOM (hopM Oera, /Ui KOTOPBIX

XapakTepHa OoJiee BHICOKAs Macca Teja.

3.4 XapaKkTepuCTHKH MO3BOHOYHOI0 CTOJI0A Y MAPHOKONBITHBIX
dotorpadun MO3BOHOYHBIX CTOJIOOB Y 35 BHIOB MApPHOKOMBITHBIX MPEACTABICHBI OHJIANH

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

Yucao MMPEAKPECTHOBBIX IMO3BOHKOB BO BCEX ceMeicTBax IMapHOKOIIBITHBIX AOCTATOYHO

ctabunbHO (25-27; Tabn. 14). [o3BoHOUHAs popmyrna y mpeacTaBUTENIeH OJHOTO BUA OOBIYHO

OTIMYaETCs He 0oJiee YeM Ha OJIMH IMO3BOHOK B TPYIHOM W/WUJIHU MOSICHUYHOM oTnenax (Tabmuma 2

B [Ipunoxenun 2).

Tadauuma 14. YwucioBble XapaKTepUCTUKU U MPOMOPIUH IO3BOHOYHOTO CTONOa Yy
IMNAPpHOKOIIBITHBIX. N — uucno 00066171, Y KOTOPBIX M3YUCHA COOTBCTCTBYHOLIAA IICPCMCHHAS.
ITepemennas N Mun Maxkc Cpenn SD K-S CemeiicTBO Bun
TECT Mun Makce Mun Makc
(2)

C+T+L Heckonbko Heckonpko Heckonpko

50 25 27 26,14 50 ,000 Heckonbko
II03BOHKOB
T m03BOHKOB 50 12 15 13,32 77 ,000 Camelidae Hippopotamidae Heckonbko Heckonbko
L 1mo3BOHKOB 50 4 7 5,82 ,85 ,000 Hippopotamidae Camelidae Heckonbko Heckonbko
S 1T03BOHKOB 208 3 7 441 ,65 ,000 Giraffidae Bovini Multiple T. pecari
Rf cycraBoB 53 6 7 6,11 32 ,000 Heckonbko Heckonbko Heckonpko Heckonpko
Tf cycrasos 50 13 10,10 1,00 ,000 Suina Giraffidae S. scrofa dom. O. johnstoni
RfL cycraBoB 50 6 12 8,94 1,13 ,000 Giraffidae Suina G. camelopardalis S. scrofa dom.
CI(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 5,7 ,010 Tragulidae Hippopotamidae T. javanicus G. camelopardalis
L/(T+L) (%) 49 22,2 45,5 35,3 5,7 ,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 xpectua

221 30 295 120.0 52.65 ,000 Tragulidae Bovini M. saltiana B. bonasus
(vm)
Rvert LS/Rven

50 734 103,4 85,3 6,66 ,200 Suina Kpymu anTrmons: P. africanus C. gnou
Lumb? (%)
Lpost LS/ Lpost

b 50 96,7 218,5 1434 28,98 ,074 Hippopotamidae Camelidae H. amphibius 0. ammon

Lumb® (%)

a_ Rvert B MNOAACHUYHOKPECTIHOBOM CyCTaBC/CpeHHHH Rven B MOSICHUYHBIX CyCTaBax

® — | post B OSCHHYHOKPECTIIOBOM CyCTaBe cpess Lpost B MOSCHHYHBIX CyCTaBax

[efinpIif OTEN TO3BOHOYHHKA Y BCEX MAPHOKOIBITHBIX COCTOUT U3 7 mM0o3BOHKOB (Puc. 16).

[lepexon ot panuansHoro (Rf) tuma cdacetok k tanrennumansHomy (Tf) Tumy dacetok y
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OOJBIIMHCTBA TPEACTABUTEICH TMPOUCXOIUT Ha TiepBoM TrpyaHoMm mo3Bonke (T1). bomee

KayganpHbIl iepexon otT Rf cycraBoB k Tf cycraBam Ha T2, ormeueH Tonbko y nekapu (Zayassu

pecari, Pecari tajacu), OMHOTO W3 JIByX H3YYCHHBIX KapiIUKOBBIX OeremoToB (Choeropsis

”\ (0K) gt

” (3) emmmaidt

liberiensis) u BceX TpeX U3yYeHHBIX )KUpadoB (HO HE OKaIu).

Puc. 16. Weiinspiit otnen (C1-T1) y paznuuHbIX TapHOKONBITHBIX. (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), (k) 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), (u)
Camelus bactrianus (ZIN 11173), (o) Giraffa camelopardalis (ZMMU S-175340). U3 Belyaev et
al., 202106 ¢ U3MEHEHUSIMH.
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I'pyaHoOil OTHEN Yy MAPHOKOMBITHBIX COCTOUT M3 12-15 MO3BOHKOB, MOSICHUYHBIN — U3 4-7
n03BoHKOB (Tabnuia 2 B [punoxennn 2; Puc. 17). Kpurepuit Kpackena — Yornrca moka3biBaer,
YTO B PA3IMYHBIX TPYIIAX MAPHOKOIMBITHBIX CTATHCTUYECKH 3HAYMMO PA3IMYaeTCsl KaK YUCIO
rpyassIx (x* = 36,805, p < 0,001), Tak ¥ uKcIO MOACHUYHBIX MO3BOHKOB (¥ = 33,365, p < 0,001).
CeMelicTBOM C HAUMEHBIIUM YHCIOM IPYIHBIX TO3BOHKOB U HAUOOJIBIIMM YHUCIIOM MOSICHUYHBIX
no3BoHKOB siBisieTcss Camelidae (T: mean = 12; L: mean = 7). CemeiicTBaMu ¢ HauOOIBIIIUM
YHCIIOM I'PYIHBIX TO3BOHKOB M HAMMEHBIIIMM YUCIIOM MOSICHUYHBIX siBisitoTest Giraffidae (T: mean
=14,67; L: mean = 4,67) u Hippopotamidae (T: mean = 15; L: mean = 4).

[Tepexon ot Tf k RfL cycTaBam Bcerna mpouCXOQUT CHEpEAr OT IPAHUIBI MEXAY IPyIHBIM
U TIOSICHUYHBIM OTJIEJIaMHU MTO3BOHOYHOT'O CTOJIOA (3Ta TPaHMIIA ONPEAEIAETCS 110 NCUC3HOBCHHIO
cBoOOnHBIX pebep). Hambonee kpaHuandbHBIA Tiepexon OTMeYeH Ha T9 y omgHOW W3 IBYX
MCCJICJIOBAHHBIX JIOMAIIHUX CBUHEH, Hanbosee kaynanbHbiil — Ha T13, T14 y 3yopa u Giraffidae
(Tabnuma 2 B [Ipunoxenuu 2).

Yucno Tf cycraBoB y mapHOKOMBITHBIX cocTaBisieT §8-13, unucio RfL cycraBoB ot 6 1o 12
cycraBoB (Tab6n. 14). Kpurepuit Kpackena — Yosuirca Mokas3pIBaeT, YTO B Pa3IMIHBIX TPyIax
MAPHOKOIBITHBIX CTaTUCTHMYECKH 3HAYMMO paznuyaercs kak uucio Tf (- = 33,686, p < 0,001),
tak ¥ uucino RfL cycrasos (}* = 25,998, p = 0,001). I'pynnoii ¢ HaumenbmuM yucioM Tf u
HanbOonpmmM gucioM RfL cycraBoB siBnsiercs Suina (Tf: mean = §8,83; RfL: mean = 10,17).
['pynmamu ¢ HanboapmM grciioM Tf cycTaBoB 1 HanMeHbITM gnciioM RfL cycraBax sBisitoTCSs
Bovini (Tf: mean = 11,14; RfL: mean = 7,86) u Giraffidae (Tf: mean = 12; RfL: mean = 6,67).

JlnvHa melHoro otAena Mo OTHOUICHHWIO K JUIMHE TYJIOBUIIHOW YacTU MO3BOHOYHHKA Y
Pa3IUYHBIX TAPHOKOMBITHBIX OTJIMYaeTcs MouTH B 1mecTsb pa3 (Tadbmuua 14). Kpurepuii Kpackena
— VYommuca yka3blBaeT HA CTATUCTUYECCKH 3HAYMMBIC DA3JIMYUSl B Pa3JIMYHBIX TPYIIIAX
napHokonbITHEIX (}> = 40,392, p < 0,001). AnocTepuOpHbIE MHOXECTBEHHBIE CPABHEHHS
noka3biBaroT, uto Giraffidae o6pas3yroT moAMHOKECTBO ¢ MAKCUMAbHBIM YIIJTMHEHUEM IlIed (mean
=101,2%); U3 KONBITHBIX TOJIBKO Yy KUPA(OB JUIMHA 1IN MPEBHIIAET JJIMHY TYJIOBUIIHON YacTU
no3BoHouHuka (106,2-118,8%). Camelidae 06pa3yroT BTOpoe MOJAMHOKECTBO MO YIJIMHEHHOCTH
men (mean = 69,8%). B npenenax Camelidae nnmuna meu y npencrasuteneit pona Lama (69,9-
77,1%) HEMHOro TMpeBBIMIAET TakKoBylO Yy BepOmwomoB (61,2-65,4%) u okanu (61,5%). K
MOJIMHOXECTBY C CaMOil KOpoTKoil meeit oTHocsATcs Suina, Hippopotamidae u Tragulidae (mean =
24.2%, 26,4% wn 28,9% COOTBETCTBEHHO).

W3ydeHHblii Marepual MOKa3bIBae€T, YTO JUIMHA TPYIHOTO OTIENa Yy MapHOKOMBITHBIX
MPEBBIIACT JJIMHY MOSICHUYHOTO OTJeNia B cpeiHeM TodTH B ABa pa3a (Tabnuna 2 B [Ipunoxenun

2, Tabmuua 14). Kputepuii Kpackena — VYosiuca yka3bIBaeT Ha CTaTUCTHYECKH 3HAYUMBIE

77



m (e) Ul a5,
() o

Puc. 17. TynoBumssiii otaen nozsoHoyHuka (ot T1 g0 kpectiia) y pa3iauyHbIX MapHOKOMNBITHBIX.
(a) Bison bonasus (ZMMU S-193088), (0) 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), (u) Capra falconeri (ZMMU S-181396), (x) Cervus
elaphus (ZMMU S-149937), (1) Capreolus capreolus (ZMMU S-117768). 13 Belyaev et al.,
20216 ¢ U3BMEHEHUSIMH.

pasiIuuus B Pa3IMUHBIX IPyNHax HapHOKOMBITHEIX (x> = 32,307, p < 0,001). Ipyanoii otaen

COCTaBJIsIET HAaMOOJIBIIYI0 YacTh TYJIOBHUIIHOM yacTu mMo3BoHOYHHMKAa Yy Bovini, Giraffidae u
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Hippopotamidae (mean = 68,9%, 74,8% u 75,5%, coorBercTBeHHO). [loscHuuHBIH oOTHEN
COCTaBJIsIET HAMOOJBIYIO YacTh TYJOBHUIIHON 00nacTu nmo3BoHouHuka y Camelidae, Caprinae u
Tragulidae (mean = 39,1%, 40,1% wu 43,4%, coorBercTBeHHO). Hambosee ymmMHeHHAs
nosicHU4YHas obnactsb (45,5%) ormeuena y Tragulus javanicus.

Otnen Tf cycraBoB HemMHOro kopoue, a oraen RfLL cycraBoB HEMHOro AJiMHHEE IO
CPaBHEHHIO C TPYIHBIM U MOSICHUYHBIM OTIelIaMu, cOoTBeTcTBeHHO (Tabnuma 2 B [Tpunoxennn 2,
Tabmuma 14). ANOVA yka3biBaeT Ha CTaTUCTHYECKH 3HAYMMBIC Pa3IINYHs COOTHOIIICHHUIA JITHHBI
ornenoB Tf u RfL cycraBoB B paziauunbIx rpynmax napHokonbITHRIX (F = 8,337, p < 0,001). V
Tragulidae, Suina u Hippopotamidae (mean = 44%, 46,7% u 47,5%, coorBercTBeHHo) otaen Tf
CyCTaBOB B cpeqHeM Kopode, yem otaen RfL cycraBoB. Haubonee nmunnbii otaen RfL cycraBos
OTMEUEH y O/THOM M3 IByX UCCIIEIOBAaHHBIX JoMaIIHuX cBuHEH (61,1%). Bovini u Giraffidae (mean
=63,6% u 68,3%) npuHajuIekKaT K HOJMHOXKECTBY C CAMBIM OTHOCUTENIBHO ATUHHBIM oTaenoM Tf
CYCTaBOB.

Konu4ecTBO MO3BOHKOB B KPECTIIE Y MAPHOKOMBITHBIX BapbUpyeT B paiione 4-5 (Tabnuma 4
B [Ipunoxennu 2). Tpu KpecTIOBBIX TO3BOHKA OTMEUEHBI Y 4,8% HccieJ0BaHHBIX 0CO0eH, UeThIpe
KpPECTLIOBBIX MO3BOHKA - ¥ 53,4%, MATh KPECTLOBBIX MO3BOHKOB - Y 38,5%, 11eCTh KPECTLOBBIX
MO3BOHKOB - Y 2,9%. Tayassu pecari (ZIN 30967) siBnsieTcsi €IMHCTBEHHBIM HCCJIETIOBAHHBIM
MAPHOKOITBITHBIM C CEMbIO TIO3BOHKAMH B KPECTIIE.

t-rect CThlofieHTa AJI MapHBIX BBIOOPOK Mokasai, yTo paguyc SB (Ryert) B MoOsCHUYHO-
KPECTI[OBOM CYCTaBE€ CTATUCTUYECKU 3HAYUMO KOpOUE, YeM CPEIHUN Ryert BO BHYTPHUITOSICHIYHBIX
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 panuyc SB (Ryerr) B MOSICHUYHO-KpECTIIOBOM cycTaBe Ha 14,7% kopoue, ueM Ryert BO
BHYTPHUIIOSICHUYHBIX cycTaBax (Ta0m. 14).

t-rect CTbIOfiEHTa JUIsi TApHBIX BBIOOPOK TMOKa3zall, 4To (paceTku mocT3uranoduson
MOCIIEHET0 TMOSICHUYHOTO T03BOHKA CTaTUCTUYECKHM 3HAYUMO JUIMHHEE CpeaHEeH JTHMHBI
MOCT3UTano(u30B IPyruX MOSCHUYHBIX MO3BOHKOB (n = 50, mean diff = 6,77 mm, t = 8,501, p <
0,001, 95% CI: 5,17-8,37 mm). B cpennem noct3urano(u3sbl MOCIAEIHETO TOSCHUYHOTO TTO3BOHKA

Ha 43,4% munHHEe, 4YeM y APYTUX NOSCHUYHBIX 1M03BOHKOB (Tabm. 14).

3.4.1 CpameHust Mexkay NO3BOHKAMH M NOTeps (PpaceTok 3uranopmusos B CycraBax
B HEekoTOpBIX CycTaBax pacdyeT BCEX TPEX COCTABISIOIIMX MEKIIO3BOHKOBOM MTOJABUKHOCTH

(MM YacTH COCTABIISIOMIMX) OBLT HEBO3MOXKEH B CBSI3U CO CPALICHUSAMU MEXIY MMO3BOHKAMU U
notepeit gpacerok 3uranodusos B CycTaBax.

B m3yueHHO# BBIOOpKE OBLIO OTMEUYEHO TOJBKO TPHU CIIydasi CpalleHHs] TTO3BOHKOB APYT C
JPYToM C MOJTHOU MOTepel MOJABMKHOCTH B CycTaBe. Bce 3T ciyyan OTHOCATCS K TYJIOBHUIIHOM

4acTU MO3BOHOYHMKA. [[Ba cimyvast mpuxoastcs Ha rpyaHoi otaen: (1) cycras T4-TS y apomenapa,
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(2) cyctaBe T11-T12 y xapnukoBoro 6eremora. OnuH cinyuait B RfL cycraBe Ha rpanuiie rpyaHoOro
u nosicanunoro otaenos (T12-L1) y mambl. Bo Bcex Tpex cycraBax cpaiieHUe IPOUCXOAUT BIOJIb
BEHTPAJILHOM YaCTH TEJ MO3BOHKOB, a B CIy4ae JIAMbI, TAKXKE H MEXIY JICBBIMU 3UTano()u3amu.
Taxoke ObLJI0O OTMEUEHO HECKOJIBKO CITydaeB MCUE3HOBEHHUS MPaBOil WK JIeBOM nap (aceTok
suranous3oB (MOTeps COOTBETCTBYIOIIMUX (haceTOK TMOCT- U Mpe3uranous3oB y JBYX
MOCIIeZIOBATENIbHBIX MO3BOHKOB) B oTaene Tf cycraBo: B cycraBe T9-T10 y 3yopa (ZMMU S-

193088) u Ha mpomexxytke T6-T10 y sxupada (ZMMU S-175340).

3.5 IToaBMKHOCTH MO3BOHOYHOIO CTO/102 Y NAPHOKONBITHBIX
CamMble BBICOKME AaMIUIMTYZAbl TIOABMKHOCTM B CyCcTaBax M HaumOOJbIIMKA pa3max

M3MEHYMBOCTH y MapHOKOMBITHBIX XapakTepHsl A1 SB u LB aROM B meitHom otaene (Puc. 15a,
0). Hau6onpmue ammutyas AR aROM xapaktepHsI 17151 KpaHHAIBHOM YacTH TPYIHOTO OTHea,
kotopelii coctout u3 Tf cycraBoB. HambGonbimas msmenunBocth AR aROM HaGmiomaercs B
cycraBax 16-20, koTopbie y onHux BunoB otHocsTes K Tf, a y npyrux k RfL tuny cycrasos (Puc.
15B).

Pe3ynbraTel MEpapXu4ecKoro KiIacTEPHOIO aHaJM3a IOKa3bIBAIOT, YTO IPEICTABUTENH
cemeiictB Antilocapridae, Cervidae u moacemeiicts Caprinae u Antilopinae xapakTepusyroTcs
Haubosee CXOKUMHU C TOUKHM 3pEHUS OMOMEXaHUKH MO03BOHOYHBIMU cToiOamu (Puc. 18). Otun
TaKCOHBI OOBCAUHSIOT MEIKUX M CPEIHUX IO pPa3Mepbl MapHOKOMBITHBIX, KOTOPHIE HMEIOT
JIOBOJIBHO CXOJTHOE CTPOEHHUE Tella, HO MPUCIIOCOOICHBI K Pa3INYHBIM YCIOBUSM OOUTaHUS.

W3 Bcex rpynn mapHOKOMBITHBIX, OTHOCAIUXCS K Pecora Tonbko Giraffidae cymectBenHo
OTJIMYAETCSI OT OCTAJIbHBIX TAKCOHOB C TOYKH 3PEHMs MOABMKHOCTH IMO3BOHOYHOTO CTOJOA.
Kupads! yHUKaTBHBI CpEU APYTUX MAPHOKOMBITHBIX OYEHBb BHICOKOW MOABMKHOCTHIO B IIEHHOM
oraene (SB u LB aROM) u ouens Hu3koil nmoasmxHOcThI0 B otAene RfL cycraBoB (SB u LB

aROM).

3.5.1 Ornea Rf cycraBos
K-S Tect nokaszeiBaet, uto SB u LB aROM B cycraBax melHOro oTaena B HCCIEI0BaHHON

BBIOOpKE HE MMEIOT HOpMalibHOTO pactpeneneHus (SB: n = 324, p < 0,001; LB: n =312, p =
0,001). Koabdbumment dumepa-ITupcona (SB: 0,884; LB: 0,752) yka3piBaeT Ha TO, YTO
pacrmpeiefieHue CKOIIEHO BIIPaBO, YTO MOXKET OBITH CBSI3aHO C OOJBIINM KOJTHYECTBOM M3Y4YEHHBIX
xkupadoB u mozoneHorux. Ammmtyasl aROM B cycraBax IMIEHHOTO OTAENa paclpeaeicHb
HepaBHOMepHO. Kputepuii Kpackena — VYomnmca yka3plBa€T Ha CTaTUCTHUYECKH 3HAYMMBbIE
pasnuuus B cpeHux 3HadeHusx aROM B cycrapax (SB: x> = 37,992, p < 0,001; LB: > = 29,488,
p <0,001). Cpeqnue panru aMIUIHTY/] IOABMXKHOCTH B cycTaBax cpeaneii yactu meu C4-C7 (SB:
186,46-198,83; LB: 169,03-187,16) 3ametHo BbIlIEe, ueM B cycTaBax C2-C4 u C7-T1 (SB: 120,44-

147,13; LB: 105,82-159,23). AntocTepropHble MHOKECTBEHHBIE CPAaBHEHHSI YKa3bIBAIOT JIBA WJIH
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TPU OJHOPOJHBIX MOJIMHOXECTBA cpeAau cycTaBoB mmeiHoro oraena. Cycrasel C2-C3, C3-C4 u
C7-T1 oTHOCSTCS K MOAMHOXECTBY C 00Jiee HU3KOM nmoABMKHOCTHIO (SB: mean = 13,3-14,8°; LB:
mean = 21,8-25,0°). CycraBer C4-C5, C5-C6 u C6-C7 oTHOCATCS K TOAMHOXECTBY C OoJjee

BBICOKOH MOABMXXHOCTHIO (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. JlenaporpaMma uepapXWyecKoro KiaacTepHoro aHaimza. CpaBHEHUE TMOABUKHOCTH
MO3BOHOYHOTI'0 CTOJ10a y pa3iMuHBIX KPYIHBIX TPy napHokonbITHEIX. U3 Belyaev et al., 20210

C UIBMCHCHUSIMU.

3.5.1.1 Amnaumyoa SB aROM
CymmMmapsnsiii SB aROM B otnene Rf cyctaBoB pasinyaercs y mapHOKOIIBITHBIX Oosiee ueM B

nBa pasza (Tabnuua 15). Kpurepuit Kpackena — Yomnnuca ykaspiBaeT Ha CTATUCTUYECKU 3HAYUMbBIE
pasnauuus B PAa3IMYHBIX TPYMNax MapHOKOMBITHEIX (x> = 27,890, p < 0,001). Camble HU3KHE
cpenHue paHru xapaktepusl Juisi 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
Pasmax cymmapueix LB aROM B otmene Rf cycraBoB pasnuuaercs y MapHOKOIBITHBIX

noyTH B TpH pasa (Tabnuua 15). Kpurepuit Kpackena — Yomnuca yka3plBaeT Ha CTaTUCTUYECKU

3HAYMMblE Pa3IM4Us B PAa3IMUHBIX IPYIIaxX MapHOKOHBITHBIX (x> = 36,878, p < 0,001). Camble

81



HU3KHE CPETHUE paHTH XapakTepHsl 1y Hippopotamidae u Suina (7,33 u 11,71; mean = 119,1°n
123,8°, coorBeTcTBeHHO), a cambie Bbicokue mansi Camelidae u Giraffidae (45,33 u 50).
AnocTepropHble MHOXXECTBEHHBIE CpaBHEHHs MoOKa3biBaioT, uTo Giraffidae (mean = 246.5°)
MPUHAJICKAT K MOATpyMIe ¢ caMoi Bbeicokor cymmapHoii aROM. Camelidae (mean = 193.1°)

IMoIIa/1art0T BO BTOPYIO IMOATPYIIILY C BBICOKOM INOABHKXHOCTBIO.

Taoauna 15. Ammutyast aROM B otnene Rf cycTaBoB mo3soHouHOro cTosnba

Ilepemenn
as N Mu Maxkc Cpenn SD (9) K-S CemetiicTBO Bun
H (°) © © test Mun Makc Mun Makc
®

SB cpemn 53 10,2 214 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 cpenn 51 15,1 38,0 25,03 4,92 ,033 Hippopotamidae Giraffidae S. scrofa dom. G. camelopardalis
LB cym 51 90,4 266,1 153,4 34,19 ,000 Hippopotamidae Giraffidae S. scrofa dom. G. camelopardalis
AR cpenn 52 4,0 79 5,92 1,01 ,200 Suina KpyIH aHTHIIONBI G. camelopardalis T. eurycerus
AR cym 52 24,6 47,1 36,14 6,04 ,056 Suina KpyIH aHTHIIOMBI S. scrofa dom. T. eurycerus

CyM — CyMMapHasi; CpeH — CPEIHss

Amrutyasl SB u LB aROM umerot Beicokue NoioxuTenbHbie Koppessuu (ITupcon » >
0,5) ¢ abcomoTHON AMMHOW mIen (MM) M OCOOCHHO C JUIMHOW IICH OTHOCHTEIHHO JIJTUHBI

TYJOBUIITHOM yacTu mo3BoHOYHUKa (Tabnmuna 16), a Takxke apyr ¢ apyrom (Tabmuma 17).

3.5.1.3 Amnaumyoa AR aROM
Amrmutyael cymmapHoro AR aROM  y pa3iauuHbIX MapHOKOMNBITHBIX HAaXOJUTCS B

uHTepBaiie 25° (ot 24,6° no 47,1°). ANOVA yka3bIBaeT Ha CTaTUCTUYECKH 3HAYUMBbIE Pa3InyMsl B
ammuTygax cymmapHbeix aROM y paznuunbsix rpynn napHokonsITHeIX (F = 3,186, p = 0,005).
OnHaKo aroCTepHOPHbIE MHOKECTBEHHBIE CPAaBHEHHS TIO3BOJISICT BBIICIHUThH TOJIBKO CBUHEH (LIS

KOTOPBIX XapakTepeH MUHUMaNbHbIN cpeaauil AR 30.9°) u kpynHbix anTuiion (mean = 43.1°).

3.5.2 Ornexa Tf cycraBoB
t-rect CThIOIEHTA JIJIsl TApHBIX BBIOOPOK MOKa3bIBaeT, 4ro cpeanuit LB aROM B cycraBax

KpaHHAJbHON MOJOBUHBI OTAeNa Tf CycTaBOB cTaTMCTHYECKH 3HaYMMO Bhimie, ueM aROM B
KaynaiapbHOU monoBuHe (n=48, mean diff = 2,1°, t = 9,155, p < 0,001, 95% CI: ot 1.6° o 2.5°)
(Tabnua 18).

3.5.2.1 Amnaumyoa SB aROM
CpenHsis TOABMKHOCTh B KpaHUAIBHOM MOJIOBUHE OTAena Tf cycTaBOB y MapHOKOIBITHBIX

paznuyaercs Oonee yeM B jiBa paza (Tabmuua 18). Haubonbmas cpeaHsist HOABMKHOCT OTMEUEHa
y ka0aHOB, THY, 0ereMoTOB, OHM30HOB, 3yOpoB U OopomaBouHuka (6,5-9,2°), HauMeHbIIAT — y

Antilopinae u oBer (<5°).
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Ta6auna 16. Kospdunuent xoppesiuu [Tupcona (r) mexay ammiuryaamu aROM B cycraBax
pa3IMYHBIX OTIACIOB (CTPOKH TAOJUIIbI) C YMCIOBBIMH M METPHUYCCKUMH XapaKTEPUCTHKAMH
MMO3BOHOYHOTO CT0JI0A (CTOJIOMBI TA0IHIIE). UeM BBIIIIE MOTOKUTEIbHAS KOPPEIAIHUs, TEM TEMHEE
KOPHYHEBBIM IIBET B siYCHKE, YeM BBIIIC BEIUYMHA OTPULIATEIIBHON KOPPENAIHUU, TEM TEMHEe
CHHHI I[BET B sTYciiKe. SIUeKH ¢ HE3HAUMMBIMU KOPPEISIIIUSIMHU OCTaBJICHBI OCIIBIMU.

aROM Yucio
Yucio cycraBoB Jnuna Iponopuuu JUIMHBI =
IIO3BOHKOB 5
L
~| ~ | = 3
. PR - 217 |7 |8
— - T = = &) [ - » & = = a T oS4 | = = =
@ [a g + - + = <
- 2| - =
SB cym -175 ,164 437 132 -207 ,006 045 | -200 008 | -161 | -045 ,018 -017 | 156 035
Rf LB cym -157 ,058 - ,365 -,466 ,288 272 117 309 | -015 224 ,295 135 415 ,199
AR cym -239 ,187 -172 1391 -411 | -084 | -034 049 | -056 | -018 | -086 | -177 | -068 | -010 -,167 -183 | ,009 | -015
SB cpenns® 067 | -184 | -087 | -139 046 | -141 ,143 ,041 ,233 -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 5216 | ,020 | -135
T
LB cym -118 ,096 244 122 141 ,044 ,228 319 | -169 132 ,133 ,292 -,028 - ,085
AR cpenn -162 ,105 -057 | -109 | -066 | -084 | -047 | -012 | -147 | -045 | -2100 ,007 -123 | -026 | -203
AR cym -,149 078 -,092 ,062 ,102 ,059 -118 228 | -124 ,105 ,077 -118 | -054 | 469 | -113
SB cym -,386 454 -33 | -470 | -268 | -393 | -323 | -414 | -270
CycraBbl
LB cym -176 ,202 -142 ,020 122 ,063 -142 143 | -086
16-20
AR cym ,008 -,031 272 ,353 ,308 ,297 ,256 484 -,035
SB RfL cpenn -400 | 425 | -225 | -079 | 170 | -145 | -467 | -220 | -473 | -155 | -394 | -321
SB L cpenn -338 ,330 -225 | -129 ,185 -162 | -411 | -216 | -426 | -179 | -402 | -255
SB RfL cym -,413 - -,246 - -,405 |- -,108
-119 | -447 038 | -459 | -141 | -365 | -181
LB RfL cpenn 132 -112 ,189 ,216 -225 | -092 | -001 | -054 | -010 | -078 ,097 -,167 ,008 -,016 -,072 ,098 ,295 -113
LB L cpenn A79 | -216 232 054 | -150 184 | -013 | -130 | -028 | -174 054 | -150 | -039 | -050 -,200 182 197 | -133
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 -,407
AR RfL cpenn 148 | -119 | 308 225 | -257 | ,066 118 ,036 ,049 079 157 | -080 | ,094 ,098 ,041 175 | 308 072
AR L cpenn 073 | -053 307 137 -184 ,009 ,032 -009 | -041 019 092 | -123 ,004 ,021 ,001 ,099 236 | -012
AR RfL cym 114 ,021 211 -,046 078 -102 | -030 | -008 | -045 | -075 | -023 | -029 | -006 | -024 -,090 ,008 ,012 -,058
AR L cym -137 217 123 121 -057 | -008 | -033 095 | -108 | -004 056 | -077 | -018 ,006 -006 | -153 | ,143 | -098
Lumbosa
| LB .099 .065 292 | -.245 237 067 | -183 | -157 | -312 149 -161 | -126 | -198 | -.182 .308 -023 | -066 | -.208
cral
AR 205 | -.004 462 | -.004 .009 271 .000 -043 | -156 338 035 | -075 | -018 | -.013 1389 103 139 | -021
a — cpeausist SB 6Oblta yuTeHa TONBKO [UIs  KpaHUAJIbHOM noJioBrHE TT 0T/Ie1a MO3BOHOUHKKA; JAPYTHE COKPAIEHHS T€ e, uTo U B Tabnuuax 3 u 4

Kpurepnii Kpackena — Yomnuca ykas3bIBaeT Ha CTaTUCTUUYECKH 3HAUYMMBbIE pa3nnyus B SB

aROM B pa3IMUHBIX FPYMIAX NAapHOKONBITHEIX B KpaHUaJbHOM nonoBuHe otiaena Tf cycrasos (y

=23,616, p = 0,003). Camble HU3KHE 3HAUEHUS CPEAHUX PAHTOB XapakTepHbI U1t Antilopinae u

Giraffidae (9,9 m 13,5; mean =

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

Hippopotamidae u Suina (38 u 39,43; mean = 6,2° u 6,7°, coorBeTcTBeHHO). [I0ABMKHOCTH B

KpaHHUaJIbHOH mosoBuHe oTena T cycTaBoB HMeeT 3HaYMMYI0 OTPHUIATENIbHYIO KOPPEISILHUIO (7 =
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Taoauua 17. Koaddunuent koppemnsiuu [Tupcona (1) mexay ammmutyaamu aROM B pa3inaHbIx

OTJeNaX MO3BOHOYHOTo cTos10a. AGOpEeBHATypHI U IIBETA TaKHe ke Kak B Tadbnure 16.
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-0,316, p = 0,035) ¢ nIUHON IIEM OTHOCHUTENIBHO JIJTMHBI TYJIOBHIIHOW YacTH IO3BOHOYHHKA
(Tabnuua 16) u cymmapnoii amrmmutyaoid SB aROM B nosicanunom otaene (r =-0,309, p =0,031)
(Tabnuua 17).

Taoauua 18. Ammiutyast aROM B otnene Tf cycTaBoB MO3BOHOYHOIO €T0J10a

Hepenermax N | Mua |Makc | Cpenn |SD (°) |K-S test CemeiicTBO Bun
©) ©) (@) (p) Mun Maxkc Mun Makc
SB cpema® | 50 | 4,00 9,10 5,48 1,03 ,004 Antilopinae Suina S. tatarica S. scrofa
SB cym 50 | 425 79,1 56,47 9,54 ,200 Camelidae Bovini O. aries B. bonasus
LB cpenn 49 9,25 [13,93 | 11,80 111 ,054 Hippopotamidae |Kpynu antumonsr | C. liberiensis | O. leucoryx
LB cpenu® |48 | 971 |1541 | 12,71 1,32 ,200 Hippopotamidae Antilopinae C. liberiensis |M. moschiferus
LBcpenn® |48 | 803 |1342 | 10,78 1,33 ,080 Hippopotamidae Bovini O. moschatus | S. scrofa dom.
LB cym 49 76,0 [1455 | 116,93 [16,73 ,200 Hippopotamidae Bovini H. amphibius B. bonasus
ARcpemrn |48 | 890 1350 | 11,35 1,12 ,044 Hippopotamidae |Kpynu antumonsr | C. liberiensis | O. leucoryx
AR cpemn ® | 48 8,98 |15,00 12,22 1,37 ,200 Hippopotamidae Antilopinae C. liberiensis |M. moschiferus
AR cpemn® | 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 KpanuanbHoi nonosune Tf ornena; by KaygaupHoi nososune Tf otnena

Cymmapusiii SB aROM B otnene Tf cycraBoB paznuyaeTcst y HapHOKOIBITHBIX TOYTH B J1Ba
pa3a (Tabmuna 18). ANOVA yka3pIBaeT Ha CTaTUCTHYECKH 3HAUHMMBbIE Pa3linyusl B CyMMapHOM
aROM B paznuunsix rpynnax (F = 2,457, p = 0,025). Onqnako B OMHOPOAHBIX TOJIMHOKECTBAX (U
TOJIbKO TI0 Duncan) BO3MOkHO oTiIHUuTh ToJIbKo Camelidae u Antilopinae (¢ HaUMeHbIIMMHU mean

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

3.5.2.2 Amnaumyoa LB aROM
CymmMmapsnsiii LB aROM B otaene Tf cycTaBoB y NapHOKONBITHBIX pa3jindyaeTcs B ABa pasa,

a cpennuit LB aROM pasnuuaercs MmeHee ueM B 1Ba pasa (Tabmuma 18). ANOVA yka3biBaeT Ha
CTaTUCTUYECKU 3HauuMble pasznuuus B cymmapHoM LB aROM B pasnuusbIX rpynmax
napHokonbITHRIX (F = 8,385, p < 0,001). AmnocTtepuopHble MHO)XECTBEHHbBIE CpaBHEHUS
MOKa3bIBAIOT, YTO B MOJMHOXKECTBO ¢ HU3KMM cymmapHbIM aROM mnomnanator Hippopotamidae
(mean = 84.5°) ¢ BeicokuM cymmapHbiM aROM kpynsble anTuionsl, Giraffidae u Bovini (mean =
131,7°, 133,5° u 136,3°). Hanpotus, cpenanii LB aROM B otnene Tf cycraBoB pasznuuaercs
craructuyecku HesHauuMo (F = 2,088, p = 0,055). AnoctepropHble MHO)KECTBEHHbIE CPaBHEHUS
BBIJICJIAIOT TOJBKO MOAMHOXECTBO ¢ camMbiM Hu3kuM aROM, npezncrasiennoe Hippopotamidae
(mean =9,7°) B.

3.5.2.3 Amnaumyoa AR aROM
CymmMmapnsiii AR aROM B otnene Tf cycTaBoB y MapHOKOMBITHBIX pa3inyaeTcs B /IBa pasa,

CpeIHMII HECKOJILKO MEHbIIe ueM B ABa pa3a (Tabmuma 18). Kak cpenuss (F = 2,510, p = 0,023),
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tak U cymmapHaas (F = 6,682, p < 0,001) ammiutyast AR aROM pa3iauqaroTcsi CTaTUCTHYESCKH
3HAYMMO B PAa3MYHBIX TPYIIaxX MapPHOKONBITHRIX. [l0 amocTepHOpHBIM MHOMKECTBEHHBIM
cpapaenusiM (o Tukey's HSD u Duncan) k mogmHOXecTBY ¢ HuU3KUM cpenqaumM AR aROM
otHocsTcst Hippopotamidae (mean = 9.0°). [ToamHOXkecTBO ¢ HM3KMM cyMMapHbIM aROM Taxoke
BKirodaeT Hippopotamidae (mean = 78.4°), mMoaMHOXECTBO ¢ BBICOKOM cymmapHoii aROM

BKJIIOYAET KPYMHBIX aHTwion u Bovini (mean = 127.0° u 131.5°).

3.5.3 aROM B nepexoanom otaesie ot Tf k RfL cycraBam
Ilepexon mexay Tf m RfL Tumom cycraBoB 3uramogu30B NPOUCXOAUT y H3YHYEHHBIX

MapHOKOMBITHRIX HauuHas ¢ 16-ro cycraBa (T9-T10) u 3akanumBas 20-m cycraBom (T13-T14)

(Tabnuma 2 B [Ipunoxenuu 2).

3.5.3.1 Amnaumyoa SB aROM
Cymmapuseiii SB aROM B mepexofgHol 007acTH y HUCCIIEIOBAHHBIX MapHOKOMBITHBIX

pasznuuaercs B ABa ¢ mojioBUHOM paza (Tabmuma 19). ANOVA yka3piBaeT Ha CTaTUCTUYECKHU
3HaYMMBbIE pa3iuuus Mexnay rpynnamu konbITHRIX (F = 3,139, p = 0,008). AnocrepuopHsie
MHOKECTBEHHbIe cpaBHeHUs1 mokas3biBaloT (mo Tukey's HSD u Duncan), 4to moaMHOXecTBO ¢
HauMeHbIIMM cyMMapHbsiM aROM BrimrouaeT Hippopotamidae u Giraffidae (mean = 26,2° u 26,6°,
cooTBeTcTBeHHO). [lomMHOXKecTBO ¢ HambonbmuM cymmapHeiM aROM Britouaer Cervidae u
Caprinae (mean = 36,3° u 37,8°, coorBercTBeHHO). ANOVA yKa3bpiBaeT Ha CTaTHCTUYCCKU
3HaYMMbIE pa3nuuusi B cymMmmapHoM aROM y NapHOKOIBITHBIX, HCIOJB3YIOUIUX Pa3IUUYHYIO
dopmy Gera (F = 2,696, p = 0,035). AnnoctepropHble MHO)KECTBEHHBIE CPAaBHEHUS MMOKA3bIBAIOT
(mo Tukey's HSD u Duncan), yto mnpspkkoBas ¢opma Oera (mean = 41,8°) oTHOcutTes K

MOJMHOXECTBY C CaMbIM BBICOKMM cyMMapHbIM aROM.

Ta6muma 19. Ammutyast aROM B nepexonsom ot T k Rfl otaene no3BonouHoro cronbda

Iepemen
Hast N Mun Makc Cpenn SD K-S CemelicTBo Bun
©) © ©) ©) test Mun Makc Mun Makc
(2]
SB cym 47 17,8 475 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 OTZ€€ UMEET 3HAYUMBbIE OTPULIATENBHBIE KOPPESALUHN IOYTH CO
BCEMU JIMHEMHBIMHU XapaKTepUCTUKaMU 03BOHOUHUKA (¥ oT -0,323 1o -0,47) (Tabn. 16), a Taxxke
BBICOKHE TOJIOXKHUTEIbHbIE KOPPEISIIMU co cpeHuM U cyMMapHbiM SB aROM B RfL cycraBax u

nosicaunaaoM otnene (7 ot 0,484 mo 0,708) (Tadmuma 17).
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3.5.3.2 Amnaumyoa LB aROM
CymmMmapnsbiii LB aROM B nepexogHoMm otzaene pasnuyaercs B aBa pasa (Tabmuma 19).

ANOVA yka3pIBa€T Ha CTaTUCTUYECKHM 3HAUYMMBIC PA3JIUUYUsid MEXKAY Pa3HbIMU TPYyIIIaMHu
napHokonbITHRIX (F = 7,583, p < 0,001). AnmocrtepuopHble MHOXECTBEHHBIC CPaBHEHUS
MOKA3bIBAOT, YTO TIOAMHOXECTBO C CaMbIM HU3KHUM cymMMapaeiM aROM  Bkirodaer
Hippopotamidae (mean = 33,6°), a ¢ caMbIM BBICOKUM KPYHHBIX aHTHUIIOMN ¥ Bovini (mean = 53,2°
u 55,9°, coorBercTBeHHO). [1o popme 6era ANOVA Taxke yka3piBaeT Ha 3Ha4MMbIe paznuuus (F
=3,378,p=0,012). K moarpynmne ¢ HaumeHnbmiumM aROM oTHOCUTCS X0aynbHas popma Oera (mean

=44,1°), K TOAMHOXECTBY C CAMBIM BBICOKUM MOy TsDKenas popma Oera (mean = 54,8°).

3.5.2.3 Amnaumyoa AR aROM
CymmapHhsiii AR aROM B niepexoiHOM OT/ielie pa3andaercs oyt B ATk pa3 (Tabmuua 19).

ANOVA yka3piBaeT Ha CTaTUCTHYECKH 3HAYMMbIC Pa3NUYUs MEXKAY DPa3IUYHBIMUA TPYNIaMu
napHokonbITHRIX (F = 8,007, p < 0,001). AmocrepuopHble MHOXECTBEHHBIC CpPaBHEHUS
MOKA3bIBAIOT, YTO K I[IOJMHOXECTBY C HauMeHbIIUM cymmapHsiM aROM otHocsaTcs
Hippopotamidae u Suina (mean = 16,3° u 21,7°, COOTBETCTBEHHO), K TIOJJMHOXECTBY C CaMbIM
BbicoknM aROM kpynubie antuiomnsl, Giraffidae u Bovini (mean = 35,6°, 38,53° u 42,34°,
cootBeTcTBeHHO). 1o hopme 6era ANOVA Takke ykaspiBaeT Ha 3HauuMble paznuuus (F = 5,323,
p = 0,001). K monmuoxxectBy ¢ HaumeHbiiuM aROM oTHOcutcs TapanHas gpopma Oera (mean =
21,7°), K TOAMHOXECTBY ¢ caMbIM BbICOKUM aROM mnonytsikenas gopma 6era (mean = 40,6°).
AR aROM B mnepexogHOM OTJee MMEET BBICOKYIO OTPHUIATEIHHYIO KOPPEISIUI0 C

cymmapHbeIM SB aROM B otnene RfL cycrasos (r = -0,510) (Tabnuna 17).

3.5.4 Ornea RfL cycraBos
Otnen RfL cycraBoB paccmarpuBaeTcst 37€Ch KaK IOJHOCTBIO, TaK W PA3JENbHO JUIS

rpyaHbIX 1 nosicHuuHbIX RfL cycraBoB. [loscHUYHO-KpeCTIOBBIN CyCcTaB pacCMOTPEH OTIEINIBHO.

t-tect CThIOZICHTA JIJIsl TApPHBIX BRIOOPOK MOKa3bIBaeT, uyTo cpenusisi SB aROM B otnene RfL
CYCTaBOB CTaTUCTUYECKHU 3HauuMo mnpesbimiaer SB aROM B otnene Tf cycraBo (n = 50, mean
diff =2,5° t=10,476, p < 0,001, 95% CI: ot 2,0° no 3,0°); LB u AR aROM, Hanpotus, B oTene
RfL cycTaBoB cTatucTUYEeCKH 3HAYMMO yCTymaroT amruutyaaM B otaene Tf cycrasoB (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° no -8,4°).

t-rect CThIOZICHTA JUI IApHBIX BBIOOPOK IMOKa3bIBaeT, 4To cpeaHsst aROM B moscHUYHOM
OT/ieJie He3HAYMTEIbHO, HO CTAaTUCTUYECKH 3HaYMMO, TpeBbiiaeT 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° 1o 1,2°), tak u 8 LB (n
=47, mean diff = 0,9°, t = 4,265, p < 0,001, 95% CI: ot 0,5° no 1,3°).
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3.5.4.1 Amnaumyoa SB aROM
Cpenu pa3nuYHBIX MApHOKOMBITHBIX cymMMapHblii SB aROM B otaene RfL cycraBoB u

MOSICHUYHOM OTJIeJIe pazinyaeTcs 0oyiee ueM B JBa pasa, a cpeauuii SB aROM menee yem B 1Ba

paza (Ta6m. 20, 21).

Ta6una 20. Ammntyast aBROM B otaene RfL cycraBos, Bkimtouast rpyanbsie RfL cycraBbr

Iepemenn
as N | Mun |Makc |Cpenn [SD (°) | K-S test CemeiicTBO Bux
©) ©) © (p) Mun Maxc Mun Maxc

SB cpemn 48 [596 |10,71 | 8,01 | 1,18 ,026 Hippopotamidae Antilopinae 0. ammon C. falconeri
SB cpemn® |48 | 515 10,33 | 7,43 | 1,18 ,200 Hippopotamidae Caprinae C. bactrianus C. capreolus
SB cym 48 | 36,3 | 86,3 |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 11393 [ 980 | 135 ,200 Hippopotamidae | KpymH aHTHIONBI A. cervicapra C. gnou
LB cpenu® | 46 6,7 139 1920 | 1,63 ,096 Camelidae Giraffidae O. aries S. caffer
LB cym 46 | 544 [114,3 | 77,65 |13,55 ,090 Giraffidae Suina G. camelopardalis | S. scrofa dom.
LB cym? 46 6,9 52,3 1942 10,12 ,009 Camelidae Suina S. scrofa L. guanicoe
AR cpemn | 46 | 0,79 6,74 | 255 | 125 ,022 Antilopinae Giraffidae P. gutturosa C. gnou
AR cym 46 6,3 495 119,96 | 9,26 ,038 Antilopinae KpyIH aHTHIIONBI P. gutturosa T. pecari
a — B rpyanbix RfL cycrasax.
Ta6auna 21. Ammiutynst aROM B MOsSICHUYHOM OT/iesie TO3BOHOYHOTO CTONI0a

Hep:z[eHH N |Mun |Makc |Cpemnn |SD (°) | K-S test CeMelcTBO Bun

© ©) © (p) Mun Maxc Mun Maxkc

SBcpemn | 48 |594 |11,02 | 8,22 1,36 ,192 Bovini Antilopinae T. pecari A. cervicapra

SB cym 48 256 | 757 47,91 [11,83 ,200 Hippopotamidae Antilopinae C. liberiensis L. guanicoe

LB cpexn | 46 |7,72 [1454 10,10 | 1,48 ,200 Hippopotamidae | Kpynu antunonst | A. cervicapra T. pecari

LBcym |46 (334 | 852 (58,35 |[10,29 ,090 Hippopotamidae | Kpynu antunonst | C. liberiensis C. gnou

AR cpenn | 46 [0,56 | 6,91 | 2,51 1,36 ,020 Hippopotamidae | KpynH artunonst | A. cervicapra C. gnou

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

ANOVA noka3zbiBaet, yto cpennue aMiuiutyasl SB aROM B rpynnax mapHOKOIBITHBIX
CTaTUCTUYECKU 3HaYMMO oTinyaroTcs kak nmo cymmapueiM (RfL: F = 6,606, p < 0,001;
nosicHnuHbIi otaea: F = 7,448, p < 0,001), Tak u o cpenqnum 3HaueHusM aROM (RfL: F =
2,983, p =0,010; mosicanunsiit otaea: F =3,172, p=0,007).

Otaen RfL cycraBoB. AnocrepuopHbsie MHOKeCTBeHHbIe cpaBHeHUs (o Tukey's HSD u
Duncan) noxa3pIBaiOT, YTO K IIOJMHOXKECTBY KONBITHBIX C CaMbIMH HHU3KHUMH CPEIHUMU
3HadeHusIMH aROM otHocsTes Hippopotamidae n Bovini (mean = 6,9° u 7,1°, coOTBETCTBEHHO).
K moaMHOXeCTBY KOIBITHBIX ¢ CAMBIMH HU3KUMH CyMMapHBIMU aMIuIUTyiaMu aROM otHocsTCA

Giraffidae u Bovini (mean = 42,2° u 48,4°, coorBercTBeHHO). [lomcemeiictBo Antilopinae
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OTHOCHTCS K IMOAMHOYKECTBY C CAMbIM BBICOKMM cpeaHuM u cymmapHbiM aROM (mean = 9.5° u
75.7°). ANOVA nokasbiBaeT, yTo cpeqHuil u cymmapssii SB aROM cratuctuuecku 3HaYMMO

OTIINYAIOTCS y TAPHOKOMBITHBIX, HCHONB3YIOUIMX pasianuHbie popmbl Oera (Cpennuit aROM: F =

3,180, p = 0,017; Cymmapnbiii aROM: F = 4,583, p = 0,002). [ToqMHOXXeCTBO ¢ HauMEHbIIEH

IMOABMXHOCTBIO B CyCTaBaX BKIIIOUACT BHABI, aJallTUPOBAHHBIC K HOHYTHH(CHOﬁ (bopMe Oera

(Cpennuit  aROM:  7,1° Cymmapsbeii  aROM: 50,0°). ITlogMHOXECTBO € HauOOIbIIEH

MNOABMKHOCTBIO B CyCTaBaX BKIIIOYACT BHIAbI, aJallTUPOBAHHBLIC K Hpr)KKOBO-CKOpOCTHOfI u

npbbKKOBOH (Cpennuii aROM: 8,6° u 9,8°; Cymmapnsbiii aROM: 71,9° u 73,4°) dopmam Gera.

IHosicHnYHBIH oTAe]. ATIOCTEPUOpPHBIE MHOKECTBEHHbIE CPAaBHEHMsI IOKA3bIBAIOT, YTO K
MOJAMHOKECTBY KOMBITHBIX C HAUMEHBIINMH CpeHUMHU aMmIuuTynamMu aROM ortHocarcs Bovini
(mean = 7,1°). K nonMHOXX€CTBY KONBITHBIX C CAMbIMU HM3KHMU CYMMAapHbIMH aMIUIMTYyJaMHU
aROM otHocarca Hippopotamidae u Giraffidae (mean = 30,5° u 34,6°, COOTBETCTBEHHO).
[ToncemeiictBo Antilopinae OTHOCUTCSI K IOJAMHOXECTBY C CaMbIM BBICOKMM CpEIHUM U

cymmapusiM aROM (Cpennuit aROM: 10,2°, Cymmapnsbiii aROM: 61,1°). Bmecre ¢ Antilopinae

K TIOZIMHOXKECTBY C CaMbIM BBICOKUM cyMMapHbIiM aROM otHocstes Caprinae u Camelidae (mean
= 54,8° u 60,3°, coorBercTBeHHO). ANOVA nokasbiBaeT, 4To cpenHuit u cymmapusii SB aROM
CTaTUCTUYECKU 3HAYMMO OTJIMYAIOTCSI Y MAPHOKOIBITHBIX, UCHOJB3YIOMIUX Pa3IUYHbIE (OPMBI

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

aJlanTUPOBAaHHBIE K TONyTsbkeno ¢gopme Oera (Cpemnuit aROM: 7,1°; Cymmapubiii aROM:

40,2°), npuHauIekKaT K MOAMHOXKECTBY ¢ HauMeHbIielr aROM. K nogMHokecTBy ¢ HAanOOIbIINM
aROM oTHOCATCS BUJIBI, alallTAPOBAHHBIE K IPBDKKOBO-CKOPOCTHON M NpbDKKOBOM (CpenHuii

aROM: 8,9° u 9,7°; Cymmapueiii aROM: 56,5° u 58,4°) dopmam Oera. B koHTEekcTe cpembl

oburanust (ANOVA: F = 4,314, p = 0,009), ropusie Buasl (mean = 56,1°) mpuHamiexar K
MOJMHOMKECTBY € 0oJiee BBICOKOM aMIuInTy10i cymmapHoro aROM.

Kak cpennss, Tak u cymmapHas SB aROM nMeer 3Ha4MMble OTPULIATENBHBIE KOPPEIALINN
CO BCEMU NEPEMEHHBIMH, OTPAXKAIOIIMMHU JIMHEHHBIE pa3Mephl T03BOHOUYHOTO cTosn0a (ITupcon r
ot -0,317 no -0,625) (Tabnuma 16), a Taxxke orpuniarenbabie kKoppensinuu ¢ AR aROM B otaene

RfL cycraBoB u nmosicauunom otaene (7 ot -0,297 no -0,437, p ot 0,045 1o 0,003) (Tabnuua 17).

3.5.4.2 Amnaumyoa LB aROM
CymMmapnbiii LB aROM kak B mosicHUYHOM oTnene, Tak U B otnene RfL cycraBos

pa3inyaeTcsl y MapHOKOMBITHEIX Ooniee yeM BiBoe, cpenuuii LB aROM menee yem B aBa pasa
(Tabmua 20, 21).

ANOVA 1mnoka3bpIBaeT, YTO CpelHUE 3HAYEHHS B PA3IUYHBIX TpyHnax MapHOKOIBITHBIX
pa3IMYaoTCs CTATUCTUYECKU 3HAYUMO TOJBKO 1o cyMMapHbiM aROM (RfL: F = 3,430, p = 0,005;
[Mosicauna: F = 5,324, p <0,001).
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Otaea RfL cycraBoB. AnocTepropHbIE MHOXKECTBEHHbBIE CPABHEHHUSI MOKA3bIBAIOT, YTO K
MOAMHOXKECTBY ¢ HauMeHbIIUM cymMMapHbIM LB aROM otHocsarcs Giraffidae (mean = 55,2°), k
MOJMHOXECTBY ¢ HanOONIbIINM Suina (mean = 94,3°).

IMosicHn4HBIH 0THEJN. ATIOCTEpPUOPHBIE MHOXKECTBEHHBIE CPAaBHEHHUS IMOKA3bIBAIOT, YTO K
MOJIMHOKECTBY C MUHUMaJIbHBIM cymMmapHbIM LB aROM otHocstes Hippopotamidae u Giraftidae
(mean = 36.3° 1 43.6°, COOTBETCTBEHHO), K IOJMHOXECTBY C MAKCUMaJIbHBIM KPYIIHbIE aHTHJIOIIBI
(mean = 67.0°).

Cymmapnsiii LB aROM B otnene RfLL cycTtaBoB mMeeT OTpHIATENIbHYIO KOPPEISAIUIO C
JUHEHHBIMU pa3MepaMu 1103BoHOYHOTO cTonba (ITupcon » ot -0,308 1o -0,469) (Tabnuma 16).
3.5.4.3 Amnaumyoa AR aROM

Kak cpennss, tak u cymmapaas AR aROM B otnene RfL cycraBoB Huzkas (Tabnuna 20,
21). ANOVA He MOKa3bIBaeT CTAaTUCTHUYECKH 3HAYUMBIX Pa3W4yMil B CpeAHMX 3HaueHusx AR
aROM cpenu pa3iuyHBIX TPYII MAapHOKOMBITHBIX (KaK B CPEOHUX, TaK U B CyMMAapHBIX
ammuutygax AR aROM) Hu o oHOM U3 rpyNNUpYOMIKX EPEMEHHBIX.

Cpennuit AR aROM B otnene RfL cycTaBoB M MOSICHUYHOM OT/AENIE UMEET 3HAYUMBIE
OTpHUIIATENFHBIE KOPPEISIMK co cpenHuMu u cymmapHbeiMu SB aROM B otaene RfL cycraBoB u

nosicaudHoM otnene (7 ot -0,297 no -0,437, p ot 0,047 no 0,003) (Tabmuma 17).

3.5.5 IlosiCHMYHO-KPECTUOBBIN CyCTaB
t-rect CThIONEHTA JJs HapHBIX BBIOOPOK MokasbiBaeT, uro SB aROM B mnoscHu4HO-

KpPECTIIOBOM CYCTaB€, pACCUMTAaHHBIM MO CIEUUaIU3UpOBaHHON QopMmyne, B cpenHeM
HE3HAYUTEJIbHO, HO CTaTUCTUYECKHM 3HauuMMo Impesbimiaer SB aROM, paccuutanHblil 1O
ctanaapTHo ¢popmyne (n =233, mean diff = 2,1°, t = 7,286, p < 0,001, 95% CI: 1,5°-2,7°). ¥ 157
ocobeit SB aROM, paccuutanHblii 1O cleqUaaIu3upoBaHHON (opmyne, Oombile, YeMm
paccuMTaHHBIM 1O cTaHmapTHON ¢dopmyne, a y 73 oOpa3ioB MeHblne. AMIuTyasl aROM,
paccuuTaHHbIE MO pa3HBIM (opMysIaM, CTaTUCTUYECKH 3HAUMMO KOPPEIUPYIOT APYT C APYyroM
(ITupcon r = 0,373, p <0,001).

bbuto npoananu3upoBaHo OTAENbHO ABE MOABBIOOPKU: Lpost<Lpre (Puc. 11 6) ¥ Lpose=Lpre
(Puc. 11 B). B mepBom ciy4ae yroia )y, COOTBETCTBYIONMIMN TTyOMHE 3a(aceTOYHOM SMKH,
CPaBHMBAJICS C YIVIOM B COOTBETCTBHUHU C PA3JIMYAIONIMMUCS YWIEHAMU B HCIIOJIb30BAaHHBIX IS
pacuera ¢(opmynax. Bo BTopom ciiyuyae yrom jy CpaBHUBAJICS C YIJIOBOH cymMMmol o+f B
COOTBETCTBUH C OTIINYMEM BTOPOIl (POPMYIIBI OT CTaHAAPTHOM.

B noaseiOopke Lyost<Lpre CpeaHee 3HaueHue ymia y B MOSICHUYHO-KPECTIIOBOM CyCTaBe
cocrasinser 6,7°. t-rect CTbIOEHTA JUIsl TAPHBIX BHIOOPOK MOKA3BIBAET, YTO Yrojl Y HEMHOTO, HO

CTaTHCTUYECKH 3HAYUMO TpeBhIIaeT yroia f (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 yrou y 60mbI11e, 4eM yroi f, a y 28 0coOeit OH MeHbIIe. YIJIbl § U [ HE
UMEIOT CTaTUCTUYECKU 3HAUUMOU Koppensiuu Mexay codoii (Pearson » =-0,211, p = 0,089).

B noaBeibopke Lpose>Lpre CpenHee 3HaueHue yria y B MOSCHUYHO-KPECTIIOBOM CYCTaBe
cocrasisier 11,4°. t-rect CThIONEHTA [UIS TAPHBIX BBIOOPOK IMOKA3bIBACT, YTO YTOJ Y 3HAYUTEIHHO
NpPEBBIIACT CyMMY YIJIOB atff, MpUYEM pa3HMIA TPUMEPHO B JBa pa3a Ooiblle, YeM B
npensirymeM ciaydae (n = 157, mean diff = 2,8°, t = 8,744, p < 0,001, 95% CI: 2,2-3,4°). V 118
oco0eil yroi y Oomblle, yeM cymMMa ymioB o+f, a y 39 ocobeil oH MeHbIIe. YIIbl y U ot+f
CTaTUCTUYECCKH 3HAUMMO KOoppenupytoT Mexay coooi (ITupcon » = 0,325, p <0,001).

Otnuune yria y ot f (B moaBeiOOpke Lpost<Lpre) U OT atf (B moaBbiOopke Lpos=>Lpre) B
pa3IMYHBIX TaKCOHOMUYECKUX TpyINaxX MMapHOKOMBITHBIX IOKA3aJ0, YTO CTOMIOPHAs SIMKa
OKa3bIBaCT CyIIEeCTBEHHOE BiusHMEe Ha ammuutyny SB aROM (Puc. 19). 3adacerounoe
IPOCTPAHCTBO CyIIEeCTBEHHO yBennunBaeT aROM y mnpexacraButeneit Tragulidae, menkux
anTwion, Tayassuidae m Moschidae (yBenuuenue B cpemHem cocrtasiser ot 5,0° mo 7,8°).
Hamporus, y Camelidae, Giraffidae, Suidae u Bovini ammumrynet SB aROM coxkpaimatorcst

(ymenbiienue B cpeanem cocrasisiet ot 0,7° go 1,4°).
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Puc. 19. Paznnna mexnay amruurygamu SB aROM noacuuTaHHbIMU 1O CTaHAAPTHOU (opmyIie
st RfL cycraBoB u mo ¢opmyne uis CycTaBOB C OTPaHUYMTENIEM IOpPCaIbHOW SKCTEH3UU B
pa3IMYHBIX Tpynmnax mapHokonbITHEIX. U3 Belyaev et al., 2022a ¢ usmenenusmu.

3.5.5.1 Amnaumyoa SB aROM
[TonBM>XKHOCTh B MOSACHUYHO-KPECTIIOBOM CYCTaBE XapaKTEPHU3YeTCsl Yy MapHOKOMBITHBIX

pa3BUTHEM IlOpCB.J'IBHOﬁ TUIIEPIKCTECH3UU. {-TECT CTBIOIICHTa JJI TapHBIX BBI60pOK ITOKAa3bIBACT,

yto SB aROM B MOACHUYHO-KPECTIHOBOM CYCTaBC B CPCIAHECM Ha 6° BbIIIC, YEM ITIOJABHUKHOCTH B
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OOBIYHBIX MOSCHUYHBIX 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. U3menunBoctb SB aROM (auarna3zoH oT MakcuMyMa 10 MUHUMYMa) B IPEJKPECTILIOBBIX
MEKITO3BOHKOBBIX CyCTaBaxX y MapHOKOMBITHRIX. Och aOciycc TrpaayupoBaHa MO HOMEpaM
cycraBoB. Rf — pammanpubie ¢acetku; Tf — Tanrenuumanpable dacerku; RfL. — pannanbHbIC
dacerku ¢ 3aMKoM. AMIITUTY A6l aROM B MOSICHUYHO-KPECTIIOBOM CYCTaBe OBUIM PACCUNUTAHBI T10
CHeIAIM3UPOBaHHBIM (opmyiiaMm. UepHbie nuaum npencraBisiror SB aROM B Tf cycraBax
OereMoTa, paCCYUTaHHBIE IO CTIEIUATH3UPOBAHHBIM (POPMYJIaM; Cepbie TMHUH PEACTaBISIOT SB
aROM B Tf cycraBax OeremMoTa, pacCUMTaHHBIE 1O CTaHAapTHOU Gopmyie mis Tf cycraBos. U3
Belyaev et al., 2022a ¢ n3MeHEHUSMHU.

Ammmutyna SB aROM B OsICHUYHO-KPECTIIOBOM CYCTaBE pa3inyaeTcsl y MapHOKOIBITHBIX
o4ty B ceMb pa3 (Tabmuma 22, Tabnuma 4 B [Ipunoxenun 2). Bapuadensaocts SB B MOSCHUYHO-
KPECTIIOBOM CyCTaBe BbIIIE, 4eM B mIeHHBIX cycTaBax (SD: 4,34° nmpotus 2,95°). MunumanbsHas
ammuTyga SB B MOSCHUYHO-KPECTIIOBOM CycTaBe Oblla OTMeueHa y jkupada, okamu, Jocsd,
KHCTEYXOH CBUHBH, OBIICObIKA 1 Oeremora (4,5-7,9°), a MakcuMasibHas y JpKeHpaHa, COMaTHICKOM
raseiu, Toryooro aykepa, opubu, apxapa u nuk-auka (23,1-31,2°) (Puc. 21 a).

Kputepnit Kpackena — VYomnuca yka3plBaeT Ha CTaTHCTUYECKH 3HaYMMBbIe paszianuus SB
aROM B OSICHUYHO-KPECTIIOBOM CYCTaBe B pPa3IMUYHBIX IPYMIAxX MapHOKOMBITHBIX (n = 232, ¥~ =
91,933, p <0,001). Haumenbmmii cpeTHANA paHT MOABMXKHOCTH XapaktepeH s Giraffidae, Bovini
u Hippopotamidae (9,83-41,60; mean: 7,4-11,0°), HanOGonpmmii CpeaHU paHT XapakTEePeH IS
Mmenkux anTwion u Moschidae (178,66-199,36; mean = 20,2-20,3°) (Puc. 21 6). OTHOCHUTENHHO
dopmer Gera (n = 219, x> = 82.770, p < 0,001), camplii HU3KHUIA CpeHMI paHT XapakTepeH s

BHJIOB, aJalITHPOBAHHBIX K XOAYJIHOHN M monyTshkenon popmam Oera (38,23-49,89; mean = 11,0-
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11,2°), a camplii BBICOKHI CPEIHHMI pPaHT OTMEYEH y BHJIOB, aallTHPOBAHHBIX K MPBDKKOBOW H
MPBIKKOBO-CKOpOCTHOM hopmam Oera (129,02-148,06; mean = 16,9-18,6°). OTHOCUTETBHO Cpebl
oburanus (n = 219, x° = 82,770, p < 0,001), camblif BEICOKHI CpEAHMI paHI OTMEUYEH Y TOPHBIX

Bu0B (134,47; mean = 17,1°).

Ta6auna 22. aROMs B N0sSICHUYHO-KPECTIIOBOM CYyCTaBe

n K-S test CeMelcTBO Bun
CpEMEHHAA N Mun |Makc |Cpenn | SD
(p) Mun Makc Mun Makc
SB 233 453 31,19 [1568 [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 0 849 (214 |12 ,000 Antilopinae Giraffidae Heckonbko P. tajacu
LS /Lumb? 50 110 [ 315 [229 |52 ,200 Camelidae Hippopotamidae A. alces S. scrofa

2 — SB aROM B mosICHIYHOKPECTIIOBOM cycTaBe/cymmapHas SB aROM B 1osICHUYHOM OTIIEITe, BKIIOYAs MOSCHHIHOKPECTIIOBBIN CYCTaB

SB aROM B NOSCHUYHO-KPECTLIOBOM CYCTaBE HMEET IOJIOKUTENIbHBIE KOPPENALUU C
Konu4ecTBoM nosicHnuHbIX (Pearson » = 0,352) u RfL cycraBos (r = 0,457) (Tabnuma 16), a Takxke
¢ SB aROM (cpenneit u cymmaphoii) B oraene RfL cycraBoB u nosicanynom otnene (» = 0,467-
0,617) (Tabmuua 17). IlogBMKHOCTE B TMOSCHUYHO-KPECTLIOBOM CYCTaBE€ TakKKe HMEET
OTpULATEIIbHBIE KOPPEISALUHU C JIMHEHHBIMHM pa3MepaMu MO3BOHOYHOTO cTojiba (r ot -0,363 no -
0,675) u maccoii tena (r = -0,531) (Tabmn. 16).

B nozaBbI60pke MapHOKOMBITHBIX CpeiHero pasmepa (Macca mexay 34,5-139 kr), ANOVA
yKa3blBaeT Ha 3HAYUTEJbHBbIE pa3nuuusd B ammiuTygax SB aROM B MmosSCHUYHO-KPECTIIOBOM
cycrase B 3aBucuMoctH oT gopmel bera (F = 8,778, p < 0,001). [TonmHOKECTBO ¢ OOJIee HUBKUM
SB aROM Bxutouaet Bubl, aJanTHPOBaHHBIE K CKOPOCTHOM M TapaHHOM ¢opmam Oera (mean =
13,5-13,9°), a mox MHOXkecTBO ¢ 6osee BeicokuM SB aROM BkItoyaeT BUIbI, aJallTHPOBAHHBIE K
HPBDKKOBOH U PBDKKOBO-CKOPOCTHOM popmam Gera (mean = 16,9-17,3°) (Puc. 22 B). Koppemnsuus
Mexay ammintynoi SB aROM B nosicHUYHO-KPECTIIOBOM CyCTaBe M Maccoil Teja B OJABbIOOpKE
MApHOKOIIBITHBIX CPEHEro pa3Mepa He sBJseTcs cratucThuyecku 3HaunMoit (Ilupcon r = -0,140,
p=20,170).

Crenennas perpeccus Mexxay SB aROM (°) B mOsSICHUYHO-KPECTIIOBOM CyCTaBe M Maccoi
Tena (Kr), MOCTpoeHHas 1 Bceil BeiGopku (SB aROM = 28,913*m™!46) nemomcrpupyer
CTaTUCTHUECKH 3HauuMoe 3HadeHne R% = 0,367 (F=133,158, p < 0,001) (Puc. 22 6). Perpeccun
MOCTPOEHHBIE JIJIs TOJIBBIOOPOK KOMBITHBIX, JUUIsl KOTOPBIX XapakTepHbI pa3iuuHble (GopMbl Oera
OKa3aJIuCh CTATHCTUYECKHM HE 3HAYUMBIMU Ui CKOPOCTHOHM, MPBDKKOBOM, MOJYTSHKEIOH H
tapanHoit ¢popm Gera (R? = 0,000-0,049, p = 0,312-0,903). ToabKko y MPBEHKKOBO-CKOPOCTHOM 1

XoIynbHOM (opM Gera perpeccus okazaaach cTaTucTHuecku 3Hauumoit (R? = 0,203 u 0,273, p <
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0,001 1 0,013, cOOTBETCTBEHHO), HO J10JISI OOBSICHEHHOM JUCTIEPCHH B 3THX MOABBIOOPKAX 3aMETHO
HUKE, 4eM B 00IIel COBOKYTHOCTH. B oBBIOOpKE MAPHOKOMBITHEIX cpeaHero pazmepa (34,5-139

KI') perpeccusi He SIBJIECTCS CTAaTUCTUUECKU 3HAYMMOM (R>=0,031, F =2,992, p =0,087).

300 =

20° 1

10° 4

SB aROM B nosSiCHU4HOKpeCcTUOBOM cycTaBe

ZIN 8532
Nanger
soemmerringii
Gazella
subgutturosa

CpepnHee
porcus
ZIN 30865
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Puc. 21. (a) [TapHOKOTIBITHBIE C CaMBIM BBICOKUM M cambiM HM3KUM SB aROM B mosicHU4YHO-
KpecTLoBOM cycTaBe. Ha quarpamme rnokasaHbl BOCEMb MAaKCUMAIIbHBIX U BOCEMb MUHUMAaJIbHBIX
3Ha4YEHUI cpein nccieaoBaHHbIX ocobeil. (6) PasnooOpasue SB aROM B nosICHUYHO-KPECTIIOBOM
CyCTaBe y pa3IMYHBIX TPy MapHOKONBITHBEIX. 13 Belyaev et al., 2022a ¢ usMeHeHUSIMU.

3.5.5.2 Amnaumyoa LB aROM
Kputepuii Bunkokcona a5t cBI3aHHBIX BEIOOPOK MoKa3bIBaeT, uto LB aROM B nosicHuyHo-

KpPECTIIOBOM CyCTaBe cTarucTuuecku He ommnyaeTcss oT LB aROM B mosicHuuHbIX cycTaBax (n =
48, p = 0,080). Kpurepuii Kpackena — VYomnnca yka3plBaeT Ha CTaTUCTHUYECKH 3HAYMMBIC

pa3inuua B CPpCAHUX 3HAYCHUAX LB aROM B NOACHUYHO-KPECTHOBOM CYCTABC B Pa3JIMYHBIX
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rpymnnax napHOKOMBITHBIX (n = 230, ¥* = 85,302, p < 0,001). CaMblif HU3KHil CpeJHHUI PaHT
xapakreper nias Hippopotamidae u Bovini (27,60-58,54; mean = 9,1-9,6°), camblii BBICOKHIA
cpenuuii panr ormeueH y Tragulidae, Antilocapridae, Suidae, Camelidae u Tayassuidae (160-221;
mean = 11,1-13,8°). OtHocuTensHO hopmbl Gera (n =217, > =49,837, p < 0,001), camplit HU3KHH
CPEIHMI PaHT XapaKTepeH I Moy Tshkenoi hopmel Oera (59,63; mean = 9,6°), a caMbIii BBICOKHIA

CpeAHUI paHT OTMeYeH /s TapaHHoH (opmbl (185; mean = 12,6°).
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Puc. 22. (a) Macca Tena (B Kr) M3yUYEHHBIX MapHOKOMBITHBIX: MOJBBHIOOPKA MapHOKOIBITHBIX
CpeqHero pa3mepa (KOpUYHEBBIH psiMOYToibHHEK). (0) CrenenHas perpeccus Mexay SB aROM u
maccoit tena. (B) M3mernunBocts SB aROM B MOsSICHUYHO-KPECTIIOBOM CYCTaBe B MOABBIOOpKE
MApHOKOIBITHBIX cpeaHero pasmepa (34,5-139 kr), ucnons3yronmx pa3nudabie GopMsl Oera. (T)
Otkionenusa ammintyg SB aROM B NOSICHUYHO-KPECTIIOBOM CYCTaBE€ y MHapHOKOMNBITHBIX,
UCTIONB3YIOMIUX pa3uyHbie POpMBI Oera, OT aJUIOMETPUUYECKON TUHUHU PErpeccuu, MOKa3aHHON
Ha (0). U3 Belyaev et al., 2022a ¢ u3MEeHEHUAMHU.
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3.5.5.3 Amnaumyoa AR aROM

Kpurepunii Buiikokcona Juist CBsI3aHHBIX BBIOOPOK 1OoKa3biBaeT, 4To AR aROM B nosicHu4HO-
KpPECTIIOBOM CyCTaBe He oTian4aercs craructTuuecku oT AR aROM B nosicCHUYHBIX CycTaBax TOro
ke )KuBOTHOTO (n =48, p = 0,388). Kputepuii Kpackena — Yosnuca yka3sIBaeT Ha CTaTUCTHYECKHI
3HauuMble paznuuus B cpeaHeM AR aROM B MOACHMYHO-KPECTIIOBOM CYCTaB€ B Pa3iIMUHbBIX
rpynmax mapHokonmbITHBIX (n = 230, ¥* = 53,020, p < 0,001). Camblii HU3KMIi cpeaHMii paHr
XapaKTepeH sl KpynHbIX aHTwiIon, Bovini, Hippopotamidae u Cervidae (79,15-93,5; mean = 1,6-
1,8°), camblii BBICOKMI cpemHHMi paHr xapakrtepeH s Tragulidae, Camelidae, Giraffidae u
Tayassuidae (162,1-212; mean = 2,7-4,6°). OTHOCcUTENBHO (hopMbl Gera (n =217, x> = 24,269, p <
0,001), camblii HU3KHUI CPEAHUN paHT OTMEUEH Yy MpeACTaBUTENCH Moy Tskenoit hopmsl Oera (79;
mean = 1,7°), a camblii BBICOKMI a1 mpeactaButeneit tapannou (123,86; mean = 2,8°) u
xonynesHOM (150,26; mean = 2,8°) popm OGera.

3.5.6 CarntranbHas noasukHocTh B T cycTtaBax Oeremora
Kak Ob1710 0TMEUYEHO B METONIMKE, B KaxkoM U3 AeBsaTH Tf cyctaBoB y Oeremota (ZIN 24305

u ZIN 24577) npesuranodussl UMEIOT NIyOOKyr0 3a(aceToOYHyI0 SMKY C OTYETIMBOW 3aaHein
CTCHKOM, BBIMOJHSIOMICH pPOJIb OTPAaHMYMUTENS MPOTHB THIIEPIKCTEH3UU ISl MOCT3UTanodusa
npenplymero no3souka (Puc. 12). 9to no3sommino paccuutars SB aROM st atux cycraBos,
UCIIONB3Ysl KaK CTaHJapTHYIO (opMyIly, TaK U CHELUATU3UPOBAHHYIO (HOpMyIly, HOAOOHYIO TOH,
4To ObLIA pa3paboTaHa AJis MOsICHUYHO-KpecTioBoro cycrasa (Pasnen 2.3.3).

Cpennee 3Hauenue SB aROM B Tf cycraBax rumnmomnoramMa MpH HCHOJIb30BaHUU
CTaHJapPTHOU (POPMYJIIBI COCTaBIIsAET 5,8°, a MPU UCTIONB30BAHUH CIICIIMAI3UPOBAHHON (POPMYJIBI
7,5°. t-rect CTblOofieHTa JJIsl MApHBIX BHIOOPOK IOKAa3bIBAaeT, YTO 3TH 3HAYECHUS OTIMYAIOTCS
cTaructuyecku 3HauuMo (n = 16, mean diff = 1,6°, t = 3,828, p = 0,002, 95% CI: 0,7-2,6°; Puc.
20).

3.5.7 llonBuxkHOCTH MO3BOHOYHUKA Yy Tragulidae
B otnenax Rf u Tf cycraBoB He 00HApY)EHO KaKUX-IHOO MpUMeUYaTeNIbHbIX 0COOEHHOCTEN

paccuntanHeix aROM y Tragulidae. Onnaxo, Tragulidae cHJIBHO BBIIEISIOTCS OTHOCHUTEIHHO
JPYTUX TapHOKOIBITHBIX 10 MOJBMXKHOCTU B mepexoaHoM otaene (16-20i cycraBbl) U B oTaeNe
RfL cycraBos. Cymmapnas SB aROM B nepexonHoM JI0Kyce mo3BoHOYHOro croibda y Tragulidae
caMasi BBICOKas Cpe/IM BCEX M3YUYEHHBIX BUA0B (mean =47,3°). Ora amrumnryaa moutu Ha 10° Beime
COOTBETCTBYIOILLIETO MaKCHUMyMa cpenu Apyrux mapHokonbITHbIX (Caprinae mean = 37,8°).
CymmMmapsnsiii LB aROM B nepexonnom otnene y Tragulidae (mean = 55,8°) Haxoaurtcs Ha ypoBHE
MaKCHUMyMa y JPyTUX NapHOKOMBITHBIX (53,2-55,9° y kpynHbIX anTHIION U Bovini).

Cymmapunsie u cpenuaue ammutyasl SB u LB aROM B otnene RfL cycTaBoB 1 mosicHUaHOM

OTJielie TO3BOHOYHHKA SIBJISIFOTCSI CaMbIMU BBICOKUMH Cpey MapHOKOMbITHBIX. CymmapHbiii SB
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aROM B otmene RfL cycraBoB y Tragulidae (mean = 94,4°) mpeBbIliaeT COOTBETCTBYIOIIEE
3HaueHue y Antilopinae Ha ~19° u Caprinae na ~24°. Cymmapusiii LB aROM B otnene RfL
cycraBoB y Tragulidae (mean = 103,0°) mpeBbIlIaeT cOOTBETCTBYIOIIEE 3HaYeHHE Y Suina Ha ~9°
W y KpymnHbIX aHTUion Ha ~22°. Cymmapubiii SB aROM B nosicanynom otnene (mean = 70,7°)
MpeBbINIaeT 3T0 3HaYeHue y Antilopinae Ha ~9,5° n y Camelidae na ~10,5°; cymmapnsiii LB aROM
B MOSICHUYHOM oOsiactu (mean = 75,7°) mpeBbIIaeT 3TO 3HAYCHUE y KPYITHBIX aHTUION Ha ~ §,5°
u y Camelidae na ~ 12°.

[Tomumo 3TOTO, MOPGOIOTHSI OCTHCTHIX OTPOCTKOB B MOsICHMYHOM oTnaene y Tragulidae
3aMETHO OTJIMYAeTCSI OT JPYTHUX IApHOKOMBITHBIX. Y HHX HET BBIPAKCHHOTO PaCUIMPEHHS
OTPOCTKOB B KPaHHMO-Kay/laJdbHOM HANpaBlICHUH, U BU3YAJIbHO MX OCTHCTBIE OTPOCTKH OOJIbIIe
MIOXOXKH Ha TaKOBBIC Y XHUITHUKOB. DTO MOXET OBITh CBA3aHO C HEOOJBIINM pa3sMEpPOM U BECOM
OJICHBKOB, KOTOpPbIC HE TPEOYIOT Pa3BUTHS MACCUBHOIO CBS30YHOTO arrapara i YKPEIICHHUs

IMO3BOHOYHOI'O CTOJIOA H, B 4aCTHOCTH, [TIOACHHUYHOI'O OTACIIA.

3.6 UyBCTBUTEJIBHOCTH (DOPMYJI K TPABMAM U MATOJOTUAM
Cpenu u3yueHHBIX 0co0eil oco0oe BHUMaHHNE MpUBIEKAeT dK3eMILIsip ryaHako (ZMMU S-

113400), m1s KOTOPOro XapakTEepHBI IOCIEICTBHS CEPhE3HOM NPHIKM3HEHHON TpaBMBI B
MEeXI103BOHKOBOM cyctaBe C5-C6 (cMm. Puc. 17 m). TpaBma nipeicTaBieHa KpyIHbBIM pa3pacTaHueM
KOCTHOM TKaHM Ha BEHTpaJbHOM cTOpoHE Ten no3BoHKOB C5 u C6. Paspactanue cuibHO
OTrpaHHYMBaja MOJABMKHOCTh B CyCTaBe, HO HE JIMIIalla ero MOABMXKHOCTH MONHOCTHIO. Kak
pe3yibTaT 3TO MOBPEKICHIE MOBIUAIO Ha pa3Mep daceTok 3uranoduzon. AMmuntyaa SB u LB B
cycraBe C5-C6 storo sx3emiuisipa ryaHako (SB = 12,5° LB = 22,5°) 3HauuTenpHO HUXKE, YeM
MOJIBI>KHOCTH B 3TOM cycTtaBe (C5-C6) y Bcex npyrux uccienoBanubix Camelidae (n = 5: SB =
20,8-32,4°% LB = 34,5-41,6°).

OTOT mpUMep TMOKa3bIBAET, YTO Yy B3POCIBIX >KUBOTHBIX C MAaTOJOTHSMH B CyCTaBax
MO3BOHOYHOTO CTOJ0A STH MATOJOTMHM MOTYT OTpa)kaTbCcs Ha pa3Mepe U reoMeTpuu (aceTok
suranopu3oB. Kak mokazano Belle, BIUSHUE dTUX TOBpexIeHNn Ha aROM MoxeT ObITh OIEHEHO

C IIOMOIIBIO MEXaHUCTHYCCKOU MOACIHN, I/ICHOJ'II)SYGMOI\/’I B OTOM HUCCJICIOBaHUU.

3.7 OyHKIMOHAJIbHBIN AHAJIN3 IIEHHOI0 0T/Ae/a Y NAPHOKOIBITHBIX
[eitabpIii oTaEN SBISIETCS HAanOOIee MOOUITLHOM YacThIO MTO3BOHOYHUKA C TOUKH 3peHus SB

u LB aROM (Puc. 16 a, 6, Puc. 20). Cpegaue ammmutyast SB (15,3°) u LB (25,0°) B Rf cycraBax
3HAYUTENBHO TpeBbImaT cpennue ammmtyasl SB u LB B Tf (SB: 5,59 LB: 11,8°) u RfL
cycraBax (SB: 8,0% LB: 9,8°). D10 HEyAUBUTEIHHO, TOCKOIBKY IIesl Y TAPHOKOIIBITHBIX SBIISIETCS
OCHOBHBIM MAaHHITYJISTOPOM JJISI B3aUMOJICHCTBHS CO CPEION OOUTaHUSI.

OTHOocHTeNbHAS JJIMHA MIEWHOTO OT/Iea Pa3InyaeTcs Y MapHOKOMBITHBIX TOYTH B IIECTh

pa3 (otorpaduu mo3BoHOUHUKOB TMpHUBeAcHHI B Belyaev et al., 20218). B cpenneM ux meiHbIit
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OTJeNl 4YyTh KOpOYe€ TIOJOBHMHBI JJUHBI TYJIOBUIIHOW dYacTh TMo03BOHOYHMKA (44,8% B
uccienoBanHon BeIOopke). Camble kopoTkue mer (MmeHee 30%) oTMeUYeHbl Yy CBUHEH, OJICHHKOB U
OereMoToB. Y BepOIIOI0B U OKAaIlU JUIMHA IIEHHOro otaesna npesbimaer 60%, y gaM cocTaBiseT
2/3 - 3/4, a 'y )xupad)oB IPEBBIIIACT JJIMHY TYJIOBUITHOMN YacTh 1o3BoHOYHHKA (Puc. 16).
Haubonee noaBmXHBIM CyCTaBOM IIEHHOTO OTAENa Y MIIEKOIUTAIOIIUX SIBJISETCS CyCTaB
Mexay armanToMm U snuctpodeem (Wilke et al.,, 1997a, 2011), koTopplii B OTIMYUE OT BCEX
OCTAJIbHBIX MEXKITO3BOHOYHBIX CyCTaBOB MIICKOIUTAIOIINX SBISIETCSI CHHOBHANIBHBIM (Tadm. 23).
AR aROM B cycraBe Mexy amiaHTOM M 3nucTpodeeM npeBbimaeT cymMmapHbiii AR aROM Bo
BCEX OCTAJIbHBIX CycTaBax IlieiiHoro oraena. SB aROM BappupyeTr OT cpeaHero sl MEHHbIX
cycraBoB (y Jnomaaeid w CBUHEW) M0 odeHb Bbicokoro (y osem) (Tabmuma 23). LB aROM

npesbiiiaet cpegHuii LB aROM B 1ieliHOM OT/iej1€ TOJIBKO Y OBEII.

Taoauuna 23. CpaBaenue amminty in Vitro aROM B cycTaBe MeX/1y aTIaHTOM U SMUCTpodeeM
(C1-C2) u npyrux cycraBax (Rf Tum) B meiiHOM oT/ele Y MIEKOIHMTAOIINX

SB aROM (°) LB aROM (°) AR aROM (°)
Rf Rf Rf
Bun Cl- Cl- C1l-
CyCTaBhbI CyCTaBbI CyCTaBbI
C2 C2 Cc2
(cpenusisi) (cpenusist) (cpenuss)
Homo sapiens 2 23,8 11,98 8,3 10,54 75,9 11,92
Equus ferus caballus ¢ | 16,2 27,72 3,9 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—Wen etal., 1993; 6 — Clayton & Townsend, 19896; 8 — Wilke et al., 1997a; r —
Wilke et al., 2011.

Pagunansubiii (Rf) Tun cycraBoB 3uranousoB XapakTepeH [UIsi THUIMYHBIX IIEHHBIX

cycraoB (C2-T1) y mnapuokonbiTHbIX (Virchow, 1907; Slijper, 1946). Iloutu y Bcex
MApHOKOIBITHBIX MEPEXO] OT PATUAILHOTO K TAHTCHIIMAILHOMY THITY ()aceTOK IPOHMCXOJUT Ha
nepBoM rpyaHoM no3BoHke (T1). Mckmouenne cocTaBisiioT xupadsl (HO HE OKalu), MeKapu U
OJTUH U3 IByX U3yUYEHHBIX KapPIUKOBBIX OETeMOTOB. Y 3TUX KOMBITHBIX cycTaB T1-T2 umeet Rf tun
suranodu3os, nepexoq ot Rf k Tf Tuiry cycTaBoB MPOMCXOANUT y HUX HA BTOPOM I'PY/JTHOM ITO3BOHKE
(T2), Takum 00pa3oM y HUX UMEETCS JIOTIOJTHUTEILHBIN CYyCTaB IMEWHOTO THUTIA.

B Rf cycraBax mieiiHOro oTaena MOIBMKHOCTh Yy MAapHOKOMBITHBIX pacmpeselieHa
HepaBHoMepHO (Puc. 15 a, 6). bonee Bricokue ammutyasl SB u LB aROM nabnionarotcs B

KayJadbHBIX MeHHbIX cycTtaBax (C4-C5, C5-C6 u C6-C7). B 6onee kpannanpHbIX cycraBax (C2-
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C3 u C3-C4) u B cycraBe mexay meeid u tynosuieM (C7-T1) ammmutynst aROM B cpeqHem Ha
2,5-3,5° Hmxe.

SB u LB aROM uMeroT MakcUMajibHYI0 BapHaOelbHOCTh UMEHHO B CyCTaBax IIEHHOTIO
otnena nmo3BoHounnka. AmMmntyna SB B Rf cycraBax umeer SD = 2,9°, LB SD = 4,9°. Bo Bcex
OCTaJIbHBIX OTJENax Mo3BoHOUHKKa SD cTporo Hike 2°.

CyMmMmapHasi TOABIKHOCTH B oThene Rf cycraBoB y pasnuuHBIX MapHOKOIBITHBIX
pasnuyaercs B SB aROM 6oiee yem BiBoe, a B LB aROM nourtu Brpoe. [Ipu 3TOM, TOIBHKHOCTD
B IIEHHOM OTJElIe UMEET OYEHb BBICOKYIO IMOJIOKUTEIbHYIO KOPPENSALHUI0 C YUIMHEHHOCTHIO
MICHHOTO OT/eJIa OTHOCUTEIBHO JVIMHBI TYJIOBUIIIHON YacTu rmo3BoHouHuKa (Puc. 23). I[Ipu stom,
xoppesnsiuus yanmuHeHHoctu men ¢ LB aROM (Pearson » = 0,884) Heckonbko BellE, yeM ¢ SB
aROM (Pearson r = 0,781).

Haumenee moasmxkuble Rf cycraBbl XapakTepHbI AJsi KHUBOTHBIX C KOPOTKOM Iieedt u
00JbI1I0H, TsKeNoM ronoBoit: Suina, Hippopotamidae u Bovini (Puc. 23). Ananoruyto, Hu3Kas
MOJIBIXKHOCTh IIeM ObUTa paHee oTMeueHa y depHoro Hocopora (bemses, 2018). Mnrepecno
OTMETHTB, YTO y HEKOTOPHIX Bovini, B 4aCTHOCTH y apUKaHCKOTO M a3UaTCKOTO OyHBOJIOB, OJTUH
CycTaB UMeeT 3aMeTHO NoBbIeHHBI aROM (ocobenHo SB), uTo Mopdonornyecku BEIpaKeHO B
3aMETHOM YBEIMYEHMU JJIUHBI CYCTaBHBIX (DaceTok MOCT3Urano(us3oB BIEPEIUIICKAIIECTO
M03BOHKA B cycTaBe. Tak, y appukanckoro OyiiBona SB aROM B C4-C5 cocrapinsier 23° npotus
mean = 11,7° B msITH OCTaNbHBIX CycTaBax, y azuarckoro OyiiBosaa SB aROM B C5-C6 cocrasnser
22,4° nmpotuB mean = 11,0° B mATH ocTanbHbIX cycTaBax, y raypa SB aROM B C7-T1 cocrasiuser
18,2° mpotuB mean = 12,5° B ATH OCTaJIbHBIX CyCTaBax.

Haubonee noneukubie Rf cycTraBbl XapakTepHBbI JUIsl CaMbIX JUIMHHOIIEUX MTAPHOKOMBITHBIX
— Camelidae u Giraffidae (Puc. 23). 910 cormacyercs ¢ manabIMU ApyTUX UccaeaoBanuii (Dzemski
and Christian, 2007; Stolworthy et al., 2015; Miiller et al., 2021). Paccuntannsie 3Hauenns aROM
(SB, LB u AR) nmns nmam u ryaHako O4eHb ONM3KU K in Vitro JAHHBIM JUIsSL JIaM U allblaku,
nosrydeHHbIM Stolworthy et al., (2015) (Ta6n. 24). 1o moaTBepk1aeT 000CHOBAHHOCTH BHIOOPA
00LIMX Ui MapHOKOMBITHBIX 3HaUYeHUH koapunmentoB Kr u Ks 11 pacuera aROM.

HHTEpecHO OTMETUTH, YTO aMIUIUTYa OABMKHOCTU B Rf cycTaBax y mapHOKOTBITHBIX HE
MMEET CTATUCTHUYECKU 3HAUMMOM B3aMMOCBS3HM ¢ Maccod Tena. CTENEHHas pPEerpeccust Mexy
Maccod Tella M TMOJBM)KHOCTBHIO B CaruTTalbHON M JIaT€pPaNbHOM MIIOCKOCTSAX JEMOHCTPUPYIOT
kpaiiHe Hu3kue 3Hadenus R* (0,013, p = 0,420 u 0,016, p = 0,384, COOTBETCTBEHHO). DTO HE
VIUBUTENBHO, YYUTHIBAs, YTO HamOoJee MOJIBIKHBIC IIEH XapaKTePHBI Al TAaKUX OTPOMHBIX
KHUBOTHBIX, KaK >kupadbl U BepOMoAbl. JTO yKa3blBaeT Ha TO, YTO aJUIOMETPUYECKHN pOCT HE

SABJIACTCA MPCIATCTBUEM JIA YBECIIMUCHUA ITOABUKHOCTHU IISITHOTO oTAacia.
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Puc. 23. TlogBI>XHOCTH B IIEHHOM OT/IeNe Y MapHOKONBITHEIX. (2) SB aROM; (6) LB aROM. Ha
ocH abcuucc HaXOAMTCSA YMJIMHEHHOCTb IeM Kak mponopuus (B %) JJIMHBI LIEU K JJIMHE
TYJIOBUIIHOW yacTu mo3BoHouHMKa (T+L+S). Ha ocu opauHar HaxomuTcs cymmapHas
noaBrxHOCTH (°) B Rf cycTaBax. 3a Touky nepecedeHust oceld B3sIThl CpeITHUE 3HAUECHUS I BCEX
W3Y4YCHHBIX BHAOB (OTHOcuTenbHas miuHa mmen 44,8%; cymmapueiii SB aROM 93,66°;
cymMapsbsiii LB aROM 153,4°). LIBeT KpyKKOB yKa3bIBa€T Ha TAKCOHOMHUYECKYIO Ipynimy: Suidae
(xpacHsrif), Tayassuidae (kpacusiii/0ensiif), Camelidae (puonerosrit), Giraffidae (opanxeBsiii),
Hippopotamidae (uepnsiif), Tragulidae (cupenessiii), Antilocapridae (Oupro3oBbiif), Moschidae
(po3oBbiit), Caprinae (roxy6oii), Antilopinae (canatoBblii), Bovini (cuHuit), KpynHble aHTHIIONBI
(3enensnif). I3 Belyaev et al., 20216 ¢ u3aMeHeHUsIMHU.

V¥ Bcex uccnenoBaHHbIX HaMu xupadoB Rf Tum cycraBoB 3uranogu3os, XapakrepeH AJs
JonoHUTERHOTO cyctaBa T1-T2. YaukanpHas MOpQoIOTHs TO3BOHKOB M CYyCTaBOB B JIokyce C6-

T2 y )I(I/Ipa(I)OB paccMarpuBaiaCb UCCICAOBATCIIAMU KaK aJalliTaliud JJIs1 YBCJIWYCHUA IJIMHBI U
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MOJIBI)KHOCTH MmIeiHoro otnena. Tak, P. Jlamkactep (Lankester, 1908) cumran, 4ro mepBbIid
TYJIOBUIIHBINA 103BOHOK Y kupacda (T1) uepsuxanuzuposan, a H. Cononunac (Solounias, 1999)
nojiaraji, 4ro 1mes Jkupada ACHCTBUTEIBHO WMEET OIWH JOMOJHUTEIbHBIA ITO3BOHOK,
‘mo0aBiieHHBIN B MIeHHBIN oTaen Ha yyacTke C2-C6. MopdomeTpruieckue apryMeHThI B TOJIb3Y
uepsukanuzanuu T1 ObUTH MpencTaBiIeHbl B HECKOJIBKUX HeNaBHUX uccienoBaHuax (Danowitz
and Solounias, 2015; Miiller et al., 2021). M. I'yaxu u X. a0 (Gunji u Endo, 2016) nokazanu,
410 y Kupada, B OUIMYUE OT POACTBEHHOTO €My OKaIld, IPOUCXOAUT CMEIIEHUE MPUKPETUICHUS
HauOoJiee KaymaJlbHBIX TY4YKOB m. longus colli Ha omuH cyctaB kaymanbHee (ot C7 x T1).
Ammmutyna SB aROM B cycraBe T1-T2 HeCKOJIBKO CHUYKEHA IO CPABHEHUIO C BIIEPEIUIICKAILIUMHU
cycraBamu (C6-C7, C7-T1), HO Bce e B Tpu paza npesbiiaeT aROM B nociieyomux rpyaHbIx
cycraBax. Takum oOpa3oM, moaBUKHOCTH cycTaBa T1-T2 y )xupadoB THIIYHA CKOpee AJis LEHHOro
otaena. Paccuntannblie TaHHBIE XOPOIIO cornacyrores ¢ nanHeiMu M. I'yamku u X. Oua0 (Gunji
u Endo, 2016), B cpennem SB u LB aROM, paccuurannsie 11 cyctaBa T1-T2 (n = 3, SB: mean
=10,8° LB: mean = 25,9°) y xxupadoB Hmke, geM B npyrux Rf cycraBax (SB: mean = 15-25,8°;
LB: mean =30,5-41,8°), HO cy1ieCTBEHHO BHIIIIE, YeM B Tpex nocieaywmux T cycraBax rpyqHoro
ornena (SB: mean = 4,8-6,0°; LB: mean = 12,7-14,7°). laTepecHO OTMETHTbH, YTO OLICHKH SB
aROM, cnenannble ¢ nomoisio Manumysauuid 3D moxensmu nozBonkos (Miiller et al., 2021) B
cycraBe C7-T1 y xwupada (55,2°), mo MeHbIIe Mepe, B ABa pa3a 3aBbIIICHBI IO CPABHEHHIO C

SKCIICPUMCHTAJIbHBIMU U paCCYUTAHHBIMU JJTaHHBIMH.

Ta6nauna 24. CpaBHeHHe NaTepaabHOW MOABMXKHOCTH B IIEHHOM OTAENE y JIaMbl U ajbIaku
MOJIYYEHHOM 3aMepaMu Ha CKEJIETHO-CBSI30YHBIX Tpenaparax U pacCUMTaHHOW B JAaHHOM padoTe.

Bun LB aROM (°)
In vitro @ Pasmunsie 3nauenust koddoduimentoB Kg u Kg
Sus ko3¢ duIHeHTs! Ovis koaddurmeHTs! O6mme ko3 UIeHTH

Mun Maxkc Cpenn Mun Makc | Cpenn Mun Makce | 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 25,7 46,0 35,48 225 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; cycrass 2, 3, 5 6sutn uccnenoBans! 1ust L. glama, u 3-7 ms V. pacos, ognako amrututyast aROM st
OTJIENIBHBIX CYCTABOB HE MPECTABJICHBI

3.7.1 OcobennoctTu Mopdosorun cycraso B meilHoM otaete y Giraffidae u Camelidae
HNuTepecHO OTMETUTH, 4YTO MOP(HOJIOTHYECKHE aJanTalik K HauOOJIbIIeMy Cpeau

MAPHOKOIBITHBIX yBenuueHuto aMrauTy SB u LB aROM peanusyrorcs pa3ingyHbIM 00pa3oM y
Giraffidae u Camelidae.

CouieHeHHE TeJI MO3BOHKOB. Y BEpOIIOI0B M JIaM TIEPETHUE U 3aHHE TOPIIHI TEJT MEHHBIX
MO3BOHKOB SIBIIIIOTCA Clierka BeIMyKIbIME (Puc. 16 M, H). [Ipu Takoii KOHCTPYKIIMU HAUOOIbIIAS

TOJIIMHA MCEKIIO3BOHOYHBIX JHCKOB (I/I, COOTBCTCTBCHHO, MJIMHA KOJIJIAr€HOBBLIX BOJIOKOH, HX
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obOpasyromux) HabmomaeTcss B obmactu (GUOPO3HOTO KOJIbIIAa, a HAaWMEHbINas B 00JacTH
nynenapaoro sapa (Stolworthy et al.,, 2015). YBenuueHue AavHBI BONOKOH annulus fibrosus
NPUBOIUT K YBEITHMUCHHUIO aMIUIUTY/IbI PACTSDKECHHS THX BOJIOKOH U KaK CJIEJICTBHUE K YBEIUYCHHUIO
BO3MO)KHOTO CMEIICHUS TEJI MO3BOHKOB JPYr OTHOCHTENBHO Apyra. Y >kupadoB U OKamu Teia
MIO3BOHKOB HMEIOT SIPKO BBIP@XCHHYIO OITUCTOICIBHYIO (OpPMY C BOTHYTHIMH 3aJHUMHU H
BBIITYKJIBIMH TEPEHUMH TOPIIAMU. JTa BBIMYKIOCTh SBISETCS HanOoJiee CHIBHON Cpelu BCex
NAapHOKOIBITHBIX (cM. Puc. 16 o).

MexaHUYeCKUM MPEUMYIIECTBOM 00OUX TUIIOB MOP(OJIOTHH MO CPABHEHUIO C IJIOCKHMHU
TOPIIAMHU IUJIATUIEIBHBIX TIO3BOHKOB SIBIISIETCS YMEHbBIICHHE pajnyca BpalICHHUS B CYCTaBe.
CokpalieHrue paanyca BpaIICHUS XapaKTEPHO JJIsi JTHOOBIX BBHICOKOMOOWIILHBIX CYyCTaBOB (CM.
JIOTIOJTHUTEJIbHBIE OOBSCHEHHS /ISl IOSICHUYHO-KPECTIIOBOTO CycTaBa B paszzene 3.9), HOCKOIbKY
3TO TO3BOJISIET JOCTUYb OOJIBIIET0 YIIIOBOTO OTKJIOHEHHS MPHU TOW KE aMIUIUTYHEC JBMOKCHHS B
cycTtaBe 3uranou3oB. BhIMyKible Tela MO3BOHKOB MO3BOJISIOT ‘3a(hMKCUPOBATH’ MTHOBEHHYIO
OCh BpAIICHHUS BOKPYT TOYKH MAaKCUMaJIbHOW KPUBU3HBI TOPIA CXOXKHUM O0pa3oM C TeM, KaK 3TO
NPOMCXOIUT B CHHOBHAIBHBIX CycTaBax. He yaMBHTENIBHO, YTO TONBKO ISl IICHHOTO OTHAENa
MIO03BOHOYHHMKA MJICKOTIUTAIOIINX (J11 KOTOPOTO XapaKTEePHbI 00JIee NI MEHEE BBIITYKJIbIE TOPIIBI
TEeJI TI03BOHKOB) 3HaUeHHE KanOpoBouHoro kodpdurmenta Kr okazanocs Hmwke 1 (Kr = 0,69). B
CyCTaBax C IUIOCKUMH TOPLIaMH TeJl MO3BOHKOB MIHOBEHHBIE OCH MOTYT TOpas3io CBOOOIHEE
NEPE/IBUTAThCS B TIPEIEaX MEKITO3BOHKOBBIX JTUCKOB.

CousieHeHHMe cycTaBHBIX OTPOcTKOB. Y Camelidae yBenuueHue IIMHBI TyTU JABMKCHUS
MPOMCXOJUT 32 CYET YBEITUYEHUS JUIMHBI (haceTOK Mpe3urano(u3oB Mo3a uiIexaliero no3BoHKa B
cycraBe. f-tect CThIOJEHTa /ISl TApHBIX BBIOOPOK IMOKAa3bIBaeT, 4YTO JUIMHA (haceTok
npe3uranou3oB B MIEHHBIX CyCTaBax 3HAYUTENFHO TIPEBBIIACT JIMHY  (haceTok
nocT3uranou3oB NpeAbIAyIero mo3BoHka (n = 72, mean diff = 5,59 mm, t = 9,802, p < 0,001,
95% CI: ot 4,46 no 6,73 mm). Y Giraffidae, Hanpotus, yBenndenne aROM mpoucxoauT 3a cyer
YBEIMYCHUS JUTMHBI (PaCeTOK MOCT3UTAO(PH30B BIIEPEIUIICKAIIETO MTO3BOHKA. /-TecT CThIOEHTa
JUI TIAPHBIX BBIOOPOK TIIOKA3bIBA€T, YTO JUIMHA (AaCETOK TOCT3UTaro(Pu30B 3HAYUTEIHHO
mpeBbIIaeT JUHy daceTok npesuranodusos (n = 48, mean diff = 9,93 mm, t = 8,135, p < 0,001,
95% CI: ot 7,46 no 12,38 mm).

[eomeTpryeckn TEHTP B3aWMOJCHCTBUS (aceTok mocT3uranodu3oB ¢ (DaceTkamu
npe3uranou3oB TMOCIESTYIOMEro MO3BOHKA HAXOMUTCS B IEHTPE MEHbBIIEH M3 HUX. Takum
00pa3om, Mpu CTUOAHUU U pa3THOAHUM IIEH B CAaTUTTAIbHOM MJIOCKOCTH LIEHTP B3aUMOJCHCTBUS
JIBYX COUJICHOBHBIX (haCeTOK HE CMEIAeTCs OTHOCUTENBHO Tela MM03BOHKA, HECYIIEr0 MEHbBIIYIO
u3 Hux. To ecTh, y ®upadoB 3TOT EHTP HEMOJBIKEH MO OTHOUICHUIO K Ooiee KayaaabHOMY

MO3BOHKY, a Y BepOJIIO/I0B TI0 OTHOLIEHUIO K Oosiee kpaHuanbHOMY. [IprunHoi Takux pa3ianuuii B
102



KOHCTPYKITH MOXKET OBITh CBSI3aH C YPOBHEM, Ha KOTOPOM >KUBOTHOE muTaercs. [IpencraBurenn
Camelidae muTaroTcs MOJHOKHBIM KOPMOM Ha YpOBHE 3emiu (BbicoTa mutanus <0,5 M), a
Giraffidae nucThsiMu iepeBbEB Ha YPOBHE BBIIIEC COWICHEHUS IISH C TYJIOBHUINEM. B 000oux cirydasix
IEHTP B3aUMOACUCTBUS (PAaCETOK B KAXKIOM CyCTaBe WICHHBIX IT03BOHKOB (DUKCHPOBAH
OTHOCHTEJIFHO TOTO ITO3BOHKA, KOTOPBII paCIOIOKEH HIKE. B uem 3akirouaercst MperMyIecTBO

TAKOT'O PACITIOJIOKCHUS ABJIACTCS BOIIPOCOM JIA 6YIIYH.[I/IX HCCIICIOBaHUN.

3.7.2 TypuupHubie 601 u Mopdosiorusi melHbIX M03BOHKOB y Caprinae
Criermuduueckast Mmopdoorniyeckas ajanTaiys ObUta OTMEUEHA B IICHHOM OTHENE y BCeX

HCCIeNOBaHHBIX ocoOeit moncemeiictBa Caprinae (Capra falconeri, Ovibos moschatus, Ovis
ammon, Ovis aries). llepenHne W 3agHUE TOPIBI MMO3BOHKOB y TmpeacraButeneid Caprinae
NPaKTUYEeCKH IUIOCKUE (IUiatuuenbHeie). llepennue TOpIBI Tem MICHHBIX TO3BOHKOB B
BEHTPAIBHON YacTH MMEIOT MapHBIE BBIPOCTHI, HAIPaBICHHBIC JaTepokpaHuanbHO (Puc. 24).
3agHrie TOpUBI HMEIOT COOTBETCTBYyIomMe 1o ¢GopMme yrayOneHus, KOTOpble dYepes
ME)KITO3BOHKOBBIA JUCK COETUHSIOTCS C BBIIICYIOMSHYTHIMH BBIPOCTAMH I1033UJICKAIIETO
MO3BOHKA. Takas KOHCTPYKLHUS TO3BOJSET YBEIMYUTH IUIOMIAAb COMPUKOCHOBEHUS Tell
MO3BOHKOB. [IpHYMHON A7 Takoro CTPOEHHUS MOTYT SIBIATHCS TEPErpy3KH, HCIBITHIBAEMBIC
HICHHBIM OTAEJIOM Y MPEIACTaBUTENICH 3TOTO MOJCEMEHCTBA IOJIOPOTUX BO BPEMS TYPHHUPHBIX
6oeB. Y npyrux typHupHbix BunoB (Cervidae, Bovini, aHTHIONbBI) Tela MICHHBIX MO3BOHKOB
UMEIOT CKOpEEe OMUCTOLENbHBIM BUJ U HE XapaKTepU3YIOTCS JOMOJIHUTEIbHBIMUA BBIPOCTAMHU Ha
TOpIax. ITO pa3IM4re MOXKET OBITh CBS3aHO CO crienudukol TypHUPHBIX 00eB cpenu Caprinae,
KOTOPBIE XapaKTEPHU3YIOTCSI )KECTKUMHU CTOJIKHOBEHHSIMH roioBamMu. X ¢opma TypHUPHBIX O0eB
XapakTepu3yeTcsl Kak TapaHHas (ramming) u ¢extoBanbHas (fencing), a He Komomue yaapsl
(stabbing) u 6opnba (wrestling), kak y npyrux TypHupHbeix BunoB (Vander Linden & Dumont,
2019). BepossTHO, YTO CTOJKHOBEHHUS TOJIOBAMM MOTYT TpeboBaTh (HOpPMUPOBAHUS
JIOTIOJTHUTEIHHBIX MEXaHU3MOB ISl TPEIOTBPAIICHHS TPABM IIEHHBIX CyCTaBOB.

Jlis Tex BUJIOB MApHOKOIBITHBIX, KOTOPBIE MCIONB3YIOT ramming Kak popMy TYpHHUPHBIX
60eB xapakTepHbl 0oJjiee KOPOTKHE U HMIMPOKHE Tella MO3BOHKOB U 0oJiee BHICOKHE HEBPAJIbHbBIE
IyTH, 4YeM Yy BHUJIOB, alaliTUPOBAaHHBIX K ApyruM ¢opmam 60s (Vander Linden & Dumont, 2019).
Takass Mop¢OJOTHs TIO3BOHKOB MOXKET CIIOCOOCTBOBATh IMMOMIOMICHUIO BBICOKHX YHIapPHBIX
Harpy3oK Ha CyCTaB BO BpeMs CTOJKHOBEHHS TOJIOBaMH. YBEIMUYEHHE IIMPUHBI M YMEHbIICHHUE
JUIMHBI T€J MO3BOHKOB He MpUBOAUT Y Caprinae K 3HAYUTEIbHOMY YMEHBIICHHUIO JJIUHBI IIEU 10
OTHOIIICHHIO K JUTHHE TYJIOBHIIA. B ncciieoBaHHOI BRIOOPKE CPEAHSIS [UIMHA TIEH OTHOCUTEIHFHO
JUTMHBI TYJIOBUIITHOM YacTH Mo3BoHOUHMKA y Caprinae (mean = 37,2%) muis HEMHOTO YCTyTaeT

KpynHbIM aHTuionaM (mean = 40,8%) u Cervidae (mean = 41,9%). EnuHCcTBEeHHBIM
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npencraButesnieM Caprinae co 3HaYUTENbHO YKOPOUYEHHOH mieeil siBisercs oBueObk (30,8%),

JUIMHA IIEH KOTOPOTO COOTBETCTBYET TaKOBOW y ObIubHX (29,3-34,7%).

Capra falconeri C3

Puc. 24. JlononHUTENBHBIC BRIPOCTHI HA TOPLIAX TEJl MIEHHBIX TT03BOHKOB Y Caprinae. Ovis ammon
(ZMMU S-146149): Bun cnepenu (a), Bun czaau (0), Bug czaau u cooky (B). Capra falconeri
(ZMMU S-181396): Bun cnepenu (r), Bua crnepean u cOoky (a), Bua c3aaud u cOoky (e). U3
Belyaev et al., 20216 ¢ u3amMeHeHUSIMH.

Crout ormeruts, uto cycraBel C5-C6 n C6-C7 y oBell XapaKTEpU3YIOTCS YpE3BbIYAHO
BBICOKMMH (JU1s1 MitekonuTaronumx) 3HaueHussmMu AR aROM (B cpeqnem 18,9° u 17,5°) (Wilke et
al.,, 1997a). lIse npyrue cocrasisomue noasmwkHoctd (SB u LB aROM) taxxe pocturaror
HauOOJBIINX BEIMYMH B 3THX JBYX CycTaBaxXx. JDTO MOXET yKa3biBaTb Ha To, uTto Caprinae
UCIOJB3YIOT aKTHUBHYIO aMOPTH3aLMI0 BO3HMKAIOIIMX MEPErpy30K BO BpeMs JI0OOBBIX
CTOJKHOBEHHH B TYpHUPHBIX OO0sX 3aJelCTBYS BCE€ TPH KOMIIOHEHTa MEXIIO3BOHKOBOU
MOJIBUKHOCTH.

3.8 KommiiekcHasi poJib TPYIHOIO OT/Ae/1a

3.8.1 ITornomenne KHHETHYECKOM JHEPTUH B 00JIACTH XOJIKH
Haubonee spkoil aHaTOMUYEeCKONH OCOOEHHOCTHIO TPYIHOTO OTAENA y MapHOKOMBITHBIX

SBJISIETCS YBEJIIMYECHUE JJIMHBI OCTHCTBIX OTPOCTKOB MO3BOHKOB (cM. Puc. 17; Takxke cm. Belyaev
et al., 2021B), BbIpa)KEHHOE TE€M CHJIbHEE, YEM KPYITHEE CTaHOBHUTCS KHUBOTHOE. Tak y OM30HOB U
3yOpOB JJIMHA OCTHCTBIX OTPOCTKOB IMEPBBIX I'PYAHBIX MO3BOHKOB MOXET MPeBOCXOAUTH 50 cM
(3yop, 1979). IlomobHas crienuanu3aims CBs3aHa ¢ BBICOKMMH Harpy3KaMH, KOTOPbIC HCTIBITHIBAET
3Ta 00JIACTHh MMO3BOHOUHHMKA. VICTOUHMKOM 3TON HAarpy3Kd SIBISETCS COBMECTHOE JEHCTBUE JIBYX

(I)&KTOpOBZ aMOpTU3alnus Tejia Mpu MpU3CMIICHUN Ha IICPCAHNEC KOHCYHOCTU U MOAACPIKKA I'OJIOBBI
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u meu. [lepenHsis KOHEYHOCTh Y MAPHOKOIMBITHBIX HE UMEET KOCTHOTO COYICHEHHUS C TYJIOBUILIEM
(y yenmoBeka moo0HOE COUJICHEHUE COXPAHMIIOCH, HO JIMIb B BU/E KIIIOUYUIIBI) U COSIAUHSETCS C
HUM TOJIbKO uepe3 myckynarypy (I'ambapsia, 1960). I'pynHas kiaeTka KONBITHOTO IOJBELIEHA Ha
NEepeJHUX KOHEYHOCTAX C IOMOIIBI0 BEHTPAJbHON 3yOuaToi MBIIIIEI, KOTOpas COEIUHSET
BHYTPEHHIOIO CTOPOHY JIONATKU U peOpa. B MOMeHT npu3emiieHus nepeaHeii KOHeYHOCTH, Koryia
OHA HAUMHAET OIMPAThCS Ha 3€MIIIO, Ipy[Hasl KJIETKa, U COUWICHEHHbIE C HEM TspKelas rojoBa U
niest (MX Macca coctasisieT mpumepHo 10% ot Macchl Tena), IpoJoKatoT CBOE IBUYKEHHE K 3EMIIE,
T.€. "IPOBAIMBAIOTCSA" MEXKTy JomaTkamMu. Bo3HUKINAs criia IeCTBYET Ha BEHTpaIbHOE CTHOaHKe
MO3BOHOYHOTI0 CTOJI0a B 0011acTH X0JIKH. Takum 00pa3oM XoJika sIBJIsIeTCsl TOYKOW OIMOPHI JUIs Bce
nepeaHei yactu tena y konelTHEIX (Kummer, 1959a, b, l'am6apsin, 1972; Schilling and Hackert,
2006). Coxkpamjasch, 3yO4aTblii MYCKYJl aMOpPTU3UpYyeT ‘MajieHue’ TYJIOBUIIA MEXAy
KOHEYHOCTSIMH, TIJIABHO TOPMO3sI TOJIOBY U TPYAHYIO KJIETKY. JlJIsl MpaBUIBHOTO pacmpenesieHus
BECOBOIl HArpy3Kd Ha IMO3BOHOYHHK, 3yOuaTOMy MYCKYJdy HYyXHa IOMOIb, KOTOPYIO €My
OKa3bIBa€T BbIHAsI CBSI3KA, KOTOPasi Ye€pe3 OCTUCTBhIE OTPOCTKHU IMO3BOHKOB COEIMHSET TOJIOBY U
el ¢ oOmacteio XOJiKW. [0oBa W mmiess y MIICKONHUTAMOIIUX C TIOMOINBIO BBIMHON CBS3KU
MHTETPUPOBAHBl C TYJOBHILEM HamojoOue mojaBecHoro mocra. [IpuduemM MecTom KperieHus
BBIITHOM CBSI3KU B TYJIOBUIIIHOM OTJEJI€ BBICTYaeT UMEHHO 00acTh Xoaku. [ToMrMo nmoanepxku
BbIifHasI CBSI3KA IO3BOJISIET KOIBITHBIM HAKaIlJIMBaTh U BHICBOOOXKIATh YNPYTyH0 SHEPIUIO NPU
BEPTUKAJIbHBIX KOJI€OaHUSAX TOJIOBBI U 11I€U, KOTOPbIE HEMPEPBIBHO MPOUCXOAAT IIPU X0/1b0e 1 Oere
(Loscher et al., 2016), yTo mo3BosseT WAYIIEH MIArOM JIOMIAAW 3KOHOMHUTH A0 60% sHepruu,
UCIIONB3YyeMOH NSl mojepkanus monoxkeHus: ronossl (Gellman & Bertram, 2002). Bmecte ¢
YUIMHEHUEM OCTHCTBIX OTPOCTKOB IO3BOHKOB TaK)X€ MPOMCXOAMUT YTOJIIEHUE HAJOCTHUCTOM
CBSI3KM U yBEJIMYEHME YMCIIa BOJIOKOH MEXOCTUCTBIX cBA30K (I'ambapsH, 1972). ILIL. 'ambapsin
CUMTAJ BCIO 3Ty KOHCTPYKLHUIO "OPraHOM JKECTKOCTH' KOIBITHBIX MJIEKOIUTAIOIINX.

CaMBbIM ITPOCTHIM CITOCOOOM PELIUTH MPOOIEMY HEXKeIaTeIbHOTO Cru0aHus CIIMHBI ObLIO ObI
IIPOCTOE CpallleHWe MO3BOHKOB B 00JacCTH XOJIKM ISl MX MOJHOW KoHconupanuu. lloxoskas
KOHCTPYKIIMS XapaKTepHa, HalpuMep, Ui NTUL, Y KOTOPBIX MOSICHUYHBIE, KPECTI[OBbIE U YacTb
XBOCTOBBIX TO3BOHKOB CpacTalOTCsl C NOCJIEAHMMM TI'PyAHBIMH II03BOHKAMU M KOCTAMH Ta3a,
o0pa3ysi enuHyr KocTh — cloxkHbIi kpecrer; (Pomep u Ilapconc, 1992). Onnako momoOHas
KOHCOJIUAITUSI HUKOT/Ia HE TIPOUCXOANT Yy KOMBITHRIX. bonee Toro, xotss SB aROM B otnene Tt
CYCTaBOB 3aMETHO HIDKE, YEM B ILIEHHOM OTJIesie, HAauOOJbIINX CYMMAapHBIX U CPEAHUX 3HAYSHUN
B oOnactu xosiku SB aROM nocturaer y KpyInHbIX, TSKEBIX KOBITHBIX C MACCUBHOW MepeaHen
YacThIO TYJIOBHILA U KPYITHOM ro1oBoi (6ereMoT, 3yOp, THY, kabaH, CBUHb; Belyaev et al., 20216),
a caMble HU3KHE 3HaueHUs paccunuTaHHoro SB aROM xapakTepHbl A MEIKUX aHTHJION. DTO

MOXCET CBUACTCIBCTBOBATL O TOM, YTO XOJIKa SABJIACTCA HE OpraHOM KCCTKOCTHU, a OpraHoM
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MOMIOUIEHUSI KUHETUYECKOW SHEpPruM Tejla NpPU MNPU3EMIICHMM Ha MEpEeJHUE KOHEYHOCTH.
VYkperieHre 00JacTi XOJIKH C TOMOIIBIO 00Jiee ITMHHBIX OCTHCTBIX OTPOCTKOB U 00JI€€ MOIIHOTO
CBSI30YHOTO ammapara HarpaBJIeHbl Ha TPOTHBOICHCTBHIE HEXKENATEIbHOW BEHTPAIBHOM (DIICKCHH.
[Tpu 5TOM CBSI304HBIH amnmapar 00ecreurnBaeT CPAaBHUTEIBHO MITKYI0 aMOPTH3AIMIO B OTIUYHE OT
IPSIMOTO MEXaHUYECKOTO OrPaHUYEHHUs, KOTOPOE MOXKET JIOCTUIaThCsl IIyTEM CpalleHUs
IIO3BOHKOB. YBenuueHue amiummtyasl SB aROM npuBoauT K yBEIMYEHHIO TOPMO3ZHOIO IyTH
TOJIOBBI M IIE€U. DTH COCTABJISAIOLIME HANPSAMYIO B3aMMOCBS3aHbI M YBEIMYMBAIOT KOJIMYECTBO
MEXaHWYEeCKOW SHEpruu, KOTopas MOXKET OBITh paccesHa B oOnacTu Xoyku. Takum oOpazom,
yBenuueHue SB aROM kak ¢akrop, yaydmnaromuyid aMOpTH3alMOHHBIE CBOMCTBA XOJIKH,

HOJI0KUTENIBHO KOPPEIUPYET C yBEIUUYEHUEM Pa3MEPOB TelIa.

3.8.2 BeposiTHast poJib 3ad)aceTOYHBIX IMOK B KPAHHAJIBHOI YaCTH TPYAHOIO OT/AeJIa Y
Oeremora
Hannuue 3adaceTodyHblX SMOK, CXOXKHX C MOSCHUYHO-KPECTLOBBIM CYCTaBOM, Ha

npesuranoduzax B rpyaHbix T cycraBax y OeremMoTa sSBIsIETCSl YHUKAIBHBIM MOP(OIOTHYECKUM
IIPU3HAKOM, BBIACJISIOMINUM OEreMOTOB CpeAH BCEX MAapHOKOMBITHBIX. OCHOBHOM COCTaBIISIOIIEH
nonsrxkHOCTH B Tf cycraBax siBisiercss AR, a ve SB (Belyaev et al., 2021a, 6). OnHako uMeHHO
JUTst 6eTeMOoTa, CpeIU BCEX MAPHOKOIMBITHBIX, XapaKTepHa MPaKTUYECKU MaKCUMaIbHAasl aMIUTUTYyAa
SB aROM B otnene Tf cycraBos. [Ipuyem, nmMeHHO 3adaceTOUHOE MPOCTPAHCTBO OOECIIEUYUBACT
JOTIOTHUTEIBHBIM TPUPOCT, B cpeaHem, Ha 1,64° B cycraBe (Puc. 20). dopmupoBanue
3a(aceTouHoi SIMKM OIMH W3 HEMHOIMX CIOCOOOB yBEJIWYEHHs Auana3oHa pasrubanus B Tf
cycTaBax. JTO CBsI3aHO ¢ TeM, yTo B omimune oT Rf u RfL cycraBoB, TaHreHunanbHble GaceTku
pacIoNoKeHbI HEMOCPEACTBEHHO HAa HEBPAJIBHOM 1yTe, @ HE Ha CyCTaBHBIX OTPOCTKax. M3-3a aToro
¢aceTka nocrurano@usa BOEPEAUIIEKAIIETO TO3BOHKA MTPU SKCTEH3UU CIMHBI, IEPEMEIasicCh B
rpaHunax (acerku mpesuranopusa MO3aTUIEKAIIEr0 IO3BOHKA, BCKOpPE CTaJKHUBAETCS C
HEBPAJIBHOM 1yTOM B TOM CJIy4ae, €CIIU MOCIENAHASI HE UMEET COOTBETCTBYIOIIEH SIMKH.

Yro MoxeT ObITh NPUYMHOM MosABIeHMs NOAOOHBIX siMOK B Tf cycraBax Oeremora?
[TpumeuarensHO, 4TO 3Ta K€ MOPGHOJIOTHYECKass 0COOCHHOCTh XapaKkTepHa Kak JJIsi HACTOSIIIHX,
TaKk W JUIS yHIACTHIX TrONIeHeH (HeomyOiauKoBaHHBIE AaHHbIE). Crenupuyeckoil 0COOEHHOCTHIO
NEPEABIKEHUSI B BOAHOM Cpele, HE XapaKTepHOW [UIsl JBIKEHMsSI Ha Cylle, sBIAETCS
UCIIOJIb30BaHHE MAaHEBPOB B BEPTUKAJIBHOM (CarnTTaJIbHOM) MIOCKOCTH. DTH MaHEBPHI MOXKHO
pa3ienuTh Ha MaHEBpbl '"TOJNIOBOM BBEpX' M 'TOJOBOM BHU3", NMpPU KOTOPBIX HPOUCXOAUT
pasrubanue u crubaHue MO3BOHOYHUKA, COOTBETCTBEHHO. ¥ OETreMOTOB IO/IBOJHBIE MAHEBPHI C
HOJHATHEM TOJIOBBI BBEPX, BEPOSITHO, OTPAHUYMBAIOTCS BCIUIBITHEM. DTO OCOOEHHO HHTEPECHO B
CBSI3U C TeM, uTo oT1en Tf cycTaBOB MO3BOHOYHMKA BEPOSATHO SIBJISETCS Haubosiee BaXKHBIM JUIs

MaHEBPOB MPU HA3€MHON JIOKOMOLIMY Y MJIEKOTIUTAOLIMX Onarogaps yBenudeHust ammntyn AR
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aROM (Belyaev et al., 20216). Heoxxunannas mopdosoruueckas amanrtanus 0ereMoTa MOXKET
YKa3blBaTb Ha TO, YTO 3TOT K€ OTACI MOKCET OBITH BaXKE€H AJI1 BEPTUKAJIBHBIX MAHCBPOB IIPU
MIOZBOIHOM TI€peIBUKEHUH Onarofaps yBenudenuto amrntyn SB aROM 3a cuet popmupoBanus

Sa(baCGTO‘IHBIX SMOK.

3.8.3 (I)ymcunona.nbnoe HAa3HAYCHUEC TAHTCHIIMAJTbHbIX (l)aceTOK
I[J'ISI IMAapHOKOINBITHBIX, KAaK W JIA APYTHX MIICKOIIUTAOMINX, XapaKTEPHO HN3MCHCHHC

OpueHTaluu (GaceToK 3uranodus3oB B TYIOBUIIHOW YacTW MO3BOHOYHMKA. M3MeHeHue THma
cyctaBoB npoucxonuT Ha T1, wim unoraa Ha T2 (Tabnuna 1 B Ilpunoxenun 2). Ha nepennem
TOpLIE IEPEXOJHOr0 I03BOHKA (DACETKH OpPUEHTUPOBAHBI KOCO MEXKJIy CAardUTTaIbHOH M
(GpOHTAIBHOMN IIOCKOCTHIO, & HA 33/IHEM TOPLIE NIEPEXOJHOI0 T03BOHKA (haCETKH OPUEHTHPOBAHBI
yKe BO (poHTanbHON miockocTh. B ciyuae Tf cycraBoB npesuramnogussl He UMEIOT BEIPOCTOB, a
cycTaBHbIE (DaCeTKM pAacIOJIOKEHBI HEMOCPEICTBEHHO Ha HEBPAJIBHBIX Jyrax IO3BOHKOB
(Virchow, 1907; Slijper, 1946). DTOT CTPYKTYpHBIH THII MPAKTUYECKH HE BCTPEUACTCS Cpenu
TETpanoja 3a IpeneramMu MICKONUTAomMX. Eciau auilb peakue HCKIIOYEHHs, HalpuMep
TOPU30HTAJIbHBIE CYyCTaBbl B HECKOJIBKHUX MPEIKPECTLIOBBIX CycTaBax y napeiazaspoB (Kuznetsov,
2020).

[IpoBeneHHOe uCCIEOBAHUE [T03BOHOYHMKA ITAPHOKOMNBITHBIX IO3BOJIIET YTOYHUTh
¢dyHKLIMOHANBbHBIE cBOMcTBa oTena Tf cycraBoB. OH Bceraa BKIIOYAeT cycTaBbl 9-15, a Taxoke
yarie Bcero 8if (epBblid IPyAHOI) CyCTaB, U Y pa3IMYHBIX MAPHOKOIBITHBIX CYCTaBbl BIUIOTh 110
20ro. B ormene Tf cycrtaBoB ammuutyasl SB aROM sBnsitoTcs caMbIMM HU3KUMH BO BCEM
MPEeIKPECTIOBOM oTAene no3BoHouHuka (Puc. 15 a), B To Bpems kak ammumtyasl AR aROM
ABJSIFOTCA caMbIMU BhICOKMMH (Puc. 15 B). Ammnutyna AR cymectBenHo Bbie, yeM SB aROM
u npubnausurenbHo paBHbl LB aROM (Puc. 15 6). JlatepanbhHas rubkocts B Tf cycraBax
HECKOJIBKO BHIIIIE, 4eM B Oosee 3aaHem otnene RfL cycraBos. [Ipodgumu LB u AR aROM B otnene
Tf cycTaBoB mapaiienbHbl APYT APYry. ITO CBA3AHO C TEM, YTO ONTHUMAIbHBIE (HOPMYIIBI IS
000MX COCTABIISAIONINX JIBMXKEHUS UMEIOT 37IECh OHY M Ty K€ Mapy 4YMCIMTENb/3HaAMEHAaTelb —
W/Rlat. CymiecTByeT nuilb HeOObIIas pa3HUIa B OTPULIATEIbHOM MHOXKUTENIE BTOPOTO YIEHA B
pacueTHbIX Gopmynax: -0,52 st LB u -0,54 nns AR. B pesynbrare, B KaX10M MEXKITO3BOHKOBOM
Tf cycrae LB 1 AR aROM npumepHo paBHBI ApyT ApyTy. O0€ COCTABISIIONINE TOCTUTAIOT CBOMX
HauOOJBIINX 3HAUEHUH B KpaHUAJIbHOW TIOJIOBUHE OT/IENa, KOTOpasi HECKOJILKO OoJiee MOBIKHA B
LB u AR (#0 He B SB), yem kaymanbHas nojoBuHa. Hanboree moaBMIKHBIMU SIBJISIOTCSI CamMble
KpaHHuanbHble cycTaBbl. KonbITHRIMU ¢ HanOonee moaBmxHbIMU Tf cycTraBamu B KpaHUaJIbHOU
MIOJIOBUHE OTJIeJIa SIBJISIFOTCS TaKMe MaHEeBPEHHbIE OEryHbI Kak OJIeHH, Kabapra, BUJIOPOT, KpyITHbIE
u Menkue aHtunonsl. Haummensmme ammintynst LB um AR aROM  xapakrepHel amns

Hippopotamidae.
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OYHKIMOHAJIbHOE 3HAYCHHE H3MEHEHHs] CTPYKTYpPHOIO THIA CYCTaBOB 3UTano(u3oB B
IPYJHOM OT/ZEJIE CBA3aHO C Pa3BUTHEM IOBbIIEHHOW AR noasmxHOCTH, BMecTO SB, B 31011 yactu
MO3BOHOYHOTO cTOsI0a. I103BOHOK, B KOTOPOM MPOUCXOIMUT BTOpasi cMeHa (haceTok 3uramnoduson
(c Tf Tuna na RfL) B nmuteparype TpaauuuoHHo HazbiBaeTcs ‘auadparmManbHbiM’ (Slijper, 1946).
['unorernyeckoe coBmazeHue otraena Tf cycraBoB u oOnacTd KpemieHus AuapparMmbl K
MO3BOHOYHHMKY HaBOAWT HA MBICIH O CBsi3u AR-crioco6HbIx Tf cycTaBoB ¢ mpenanadparmManbHOiM
YacThI0 TYJOBMILA MIIEKONMTAIOIIKX. DTO NPEANOiaraeT HaJudhe CBA3HM OCEBOM pOTalMU C
JBIXaTeIbHBIMUA JIBUKCHHUSIMHM, OJHAKO TPYOHO MPEACTAaBUTh ce0e HCIOIb30BAaHUE POTAIUH
TYJIOBHUIIA B MPOIIECCE JIbIXaHUSI.

Ha naHHBIN MOMEHT CyIIECTBYET JBa MPEANOIOKEHHS 00 alaNTUBHOM 3HAUYCHHH OCEBOTO
CKpPYYMBaHUS B TAHTCHIMAJIbHBIX CyCTaBaxX: JIOKOMOTOPHOE U He JokoMoTopHoe. [locnennee 66110
HenaBHo npemiokeHo K. Jlxonc ¢ coaBropamu (Jones et al.,, 2020, 2021) u mpenmonaraer
UCIIONB30BaHUE CKPYYHMBaHUS Tela KaK BO3MOXKHYIO aJanTalui0 K TPYMUHTY B IEJSIX
TepMoperyisiuu. OJHAKO y YETBEPOHOTHUX MIICKONMUTAIOIIUX MPU BBUIM3BIBAHUU HCIIONIb3YETCS
CKopee JiaTepajibHasi TMOKOCTh e U TYJOBHILA, YEM poTalusl. A 3Ta COCTaBJISIOLIAs ABHKEHUS
SBJISIETCS] HICXO/IHO XOPOIIIO Pa3BUTON Y Bcex aMHUOT (Zarnik, 1926; Jones et al., 2020) B kauecTBe
HACJIEJICTBA OT COC00a JTOKOMOILIMY BKIIFOYAIOIIETO OOKOBBIE M3TUOBI TYJIOBHUIIA, XapaKTEPHOTO
MPAKTHYECKH JIJIS BCEX UCKOIMAEMBIX M COBPEMEHHBIX PBIO.

JlokoMOTOpHAs TUIIOTE3a MIPEIOJIATAET, YTO MPEAKU MIEKOMUTAIOUINX MOIVIM UCIIOIb30BaTh
OCEBOE CKpYyYHMBAHHE B TPYIHBIX CyCTaBaX HAmojoOHe TOro, Kak 3TO JAeNaeT COBpEeMEeHHas
npoexunHa (Gambaryan and Kuznetsov, 2013). Jlns »Toro mpeactaBUTENst OJHOMPOXOIHBIX
XapaKTepeH creruduIecKuil ajuTrop — CX0Kasi C MHOXOABIO X0h0a ¢ HECKOIBKO pa300IIeHHBIMHU
maraMy nepeaHerd W 3aJHell KoHeyHocTel. [Ipym 3TOM CriMHa MpOEXUIHBI BBITHYTAa IyTrOW, a
crenupUIeCcKuil alTiop OCYIIECTBISETCS B TOM YHCIIE 3a CUYET POTAIMU B BEPXHEH TOYKE ITOU
nyru. Poranus no3BosiseT KayJajdibHOM 4acTH TYJIOBHILA PACKAaYMBATHCS U3 CTOPOHBI B CTOPOHY C
HEKOTOPOM 3a/IEPXKKOM MO CPAaBHEHHUIO C KpaHUAIBHOM YaCThIO TYJIOBUINA. T PACCUHXPOHHOCTh
BaXHA JUJISI JIOCTHKEHHUS JIMHAMHYECKOTO PABHOBECHUS >KUBOTHBIM, IME€PEABUTAIOITUMUCS
MHOXO/IbI0 Ha HU3KOM CKOPOCTHU. J[J1s1 €XMAHOBBIX XapaKTePEeH aJLIIOp, KOTOPbIA B TEPMUHOJIOTUN
B.b. Cyxanoga (1968) Hano Ha3bIBaTh MEUICHHBIM IIarOM B IMarOHAJIBHON MOCJIEIOBATEIbBHOCTH
CO CIIBUTOM B CTOPOHY MHOXOAU. B oTimume oT HacTosIel MHOXOIW MEepeaHsis U 3aJHsAs HOTU
OJTHOM CTOPOHBI IIAarat0T HECKOJbKO ACHMHXPOHHO. J[aHHBIM ammop MOXET OBbITh TUIUYHON
TEXHHUKOHN XOIBOBI JJIi PAaHHUX MJICKOMUTAIONINX, JJIsi KOTOPHIX ObLa XapakTepHa JarepaibHas
opueHraiusi koHeuHoctell (Gambaryan and Kielan-Jaworowska, 1997), kak U y coBpeMeHHBIX

omunonpoxomubix (KysnmemoB, 1999; Gambaryan and Kuznetsov, 2013). bauskuii tum
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nepeaBrKeHUs] ObUT Mo3ke 00OCHOBaH /ISl Mapeiia3aBpoB Ha OCHOBAHUHU aHaIM3a CJIEIOBBIX
TOPOKEK, a Takke Hanmuuio Tf cyctaBoB B mpenkpectiioBoM otaene cnubl (Kuznetsov, 2020).
[NoBbimennas ammutyga AR aROM B rpyanom otnene Onaronaps Hanuuuto T cycraBoB
UCIIONIB3YEeTCS U B JIOKOMOLIMM TEPUEBBIX MIIEKONUTAIONIMX, a HE TOJBKO B CBOEOOpa3HOMU
apxan4Ho# xoap0e ogHonpoxoaHbIX. KitoueBoit pyHKIMelH poTaluu B TPYIHOM OT/IENe SIBIsSETCS
BO3MOXXKHOCTh BpAIllaTh IUIOCKOCTh TEPEIHMX KOHEYHOCTEH B Ty WIA HUHYIO CTOPOHY
OTHOCHUTEJIbHO IUIOCKOCTH  3aJHUX KOHEYHOCTeH. IloCKOJIBKY KOHEUYHOCTH TEpPHUEBBIX
MJIEKOMUTAIONINX HMEIOT MapacaruTTalbHYI0 OPHUEHTAlMI0 — MapacaruTTalbHas IIOCKOCTh
ABJISIETCS OCHOBHOM IJTIOCKOCTBIO, B KOTOPOH MPOUCXOAUT ABUKECHUS BHYTPU KOHEYHOCTHU, U ITOM
K€ TUIOCKOCTH TPOXOJSAT OCHOBHBIE CHJIBI PEaKIMU Omopbl. Tak MpH pBIThE HOPHI 3aTHUE
KOHEUYHOCTH POIOIIUX MEPETHUMU KOHEUHOCTIMU MIICKOITUTAIOIINX HEIMOIBHXKHO CTOSIT Ha 3eEMIIE,
a mepenHue konarot 3eminto. OceBasi poTanys B TYJIOBUILLE IPU 3TOM MO3BOJIIET ) KUBOTHOMY PBITh
HE TOJIbKO mepen co0oil, Ho u cOoKy. J[pyrum mpumMepom HCmonb3oBaHus poranuu B otaene Tf
CycTaBax SBIISICTCS MaHEBpUpOBaHHME Tpu Oere. Tak, He3aBUCUMOE BpalllCHUE KPAHHAIBLHOW U
Kay/JaJIbHOW TIOJIOBMH TYJIOBHUIIA B JIEBYIO HJIA TIPABYIO0 CTOPOHY MO3BOJISIET 3ai11aM OCYIIECTBISATh
peskue cMmeHbl HampaBieHus Oera (Kuznetsov et al., 2017). Pe3kue m3aMeHeHHs] HanpaBlIeHUS
JIBUKCHHUSI HEOOXOIUMBI PACTHTENBHOSIHBIM MJICKONUTAIOIUM KaK MeEXaHu3M oOMaHa

npecienyromero ux xunauka (Puc. 25). HeoOXoguMo OTMETUTH, 9TO pedpa SBISIFOTCS OYCHBb

y,1106HBIMI/I pbryaraMu IJisk KOHTPOJIA HaZl OCEBBIM CKPYYHMBAHHUEM B CyCTaBax.

Puc. 25. Tazenns I'pantra (Nanger granti) u3MmeHsieT HampaBieHUE Oera, MbITasChb OOMaHyTh
npecneaymwomiero ee remnapnaa (Acinonyx jubatus), WCHONB3ysl BpallleHWE B TPYIHOM OTIENe
MIO03BOHOYHHKA

3.8.4 AkTUBHAas POJIb KayAaJIbHOM YaCTH IPYIHOI0 OT/AE/Ia BO BpeMs raJiona
Ilepexon or Tf x RfL Tumy cycraBoB 3uranouszoB y MIIEKONHUTAIOMIUX MOXET JHOO

COBMAJaTh (HampUMeEp, y HYeJIOBEKa) C TpaHUIEd TPYAHOTO M TMOSICHUYHOTO OTJIEJOB, JHOO
pacroyiaraTbCsl KpaHuajgbHee (XUIHBIC) WU KayJajdbHee dTON TpaHUIlbl (Tallupbl, HOCOPOTH). Y
napHOKOMBITHBIX Tepexon oT Tf k RfL cycraBam Bcerma mpoMCXOmUT CTPOro KpaHHAlIbHEe

TPaHULBI MEXKAY TPYAHBIM W MOsiICHUYHBIM oTnenamu (Tabmuna 2 B [Ipunoxenun 2). Cambiii
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KpaHHUAJIbHBIN U CaMblil Kay/ladbHbIN MepeXo] Pa3InyaeTcs y UCCIe0BAaHHBIX MTAPHOKONBITHBIX HA
6 cyctaBoB (ot T9-T10 no T14-T15 unu ot 16™ no 21" cycraBa, COOTBETCTBEHHO).

M3MeHeHue OpUeHTaluU OCTUCTBIX OTPOCTKOB IIO3BOHKOB (TOUKA aHTUKJIMHHUK) OT HAKJIOHA
Ha3a]] Ha HAKJIOH BIIEpe]l Y MapHOKOIBITHBIX MOXET COBIAAATh UM HE COBIAJAaTh C U3MEHEHHUEM
tuna ¢acetok 3uranodpuzon (Puc. 17). Y menkux BUIOB 3TH JBa IEpexoia XOPOIIO COIIacyroTcs
JIpyr € JOpyroM. Y MHOTMX KpPYIIHBIX BHJIOB AHTUKIIMHUS OCTHUCTBIX OTPOCTKOB ITO3BOHKOB
XapakTepHa yke MO0 JJs MOSICHUYHOM o0nactu, mo3aau He Toibko or Tf-RfL, HO maxe ot
rpynonoscaraHoro nepexona (y Bovini u Camelidae), mu6o BooO1ie He BeipaxeHa (y sxupadoB)
(Puc. 17 a, B, ).

Bonee xpaHuanbHbIN WM KaynaidbHBIN mepexon K oraeny RfL cyctaBoB y pasHbIX BHIOB
MOJKET XapaKTepu30BaTh Ty 00JacTh MO3BOHOYHOIO CTOJ0a, B KOTOPON aKTUBHO 3a/1€HCTBYETCS
carutTanpHas TuOKocTh BO Bpemsi Oera ramomoM. Kak mokazanu H. IHummubar u P. Xakepr
(Schilling & Hackert, 2006), y paznuunbix Menkux miekonutatouux (Ochotona rufescens, Tupaia
glis, Monodelphis domestica) Bo BpeMs rajoria akTUBHO CTHOAIOTCSI HE TOJIBKO MOSICHUYHbBIE, HO U
HekoTopsle Tpyanble RfL cycraBbl. Toro xe MOXHO 0XUAATh U JJis 00siee KPYIHBIX KUBOTHBIX,
UCIIOJIB3YIOIINX TaJIo1l.

Bricokue ammutyasl SB aROM B nepexoauoii o6nactu (16-20% cycrasbl) XapakTepHbl is
MEJIKUX IapHOKOMBITHBIX (CTaTUCTUUECKH 3HAUYMMBIE OTPULIATENIbHBIE KOPPENALUU IMOYTH CO
BCEMH JIMHEWHBIMU pa3MEPHBIMU MO3BOHOUYHMKA Tabn. 16), KoTopble MMEIT BBICOKYI0 SB
noJABMXKHOCTH B oTaene RfL cyctaBoB u, cOOCTBEeHHO, B osicHu4HOM oT/ene (Tabmn. 17). Cambie
HU3KHE aMIUMTYAbl XapaKTepHbl JJs CaMbIX KPYMHBIX NapHOKONBITHBIX (Giraffidae u
Hippopotamidae). OtHocutenbHo ¢Gopmbl Oera, HanOosbmas cymmapHas SB aROM B aroii
o0nacTu xapakTepHa JJisi BUJIOB, IPUCIOCOOJIEHHBIX K MPBLKKOBOM (hopme Oera.

Camble Hu3kue 3HaueHUst AR aROM B 3Toif 005acTu XapakTepHsbl [l 0ereMoTOB U CBUHEH,
UCTIONB3YIOMIMX TapaHHyio (opMy Oera. OHH XapakTepHU3ylOTCs Hauboyiee KpaHUAIbHBIM
nonoxenuem mnepexoaa or Tf k RfL cycraBam. Cokpamenue uncna Tf cycTaBoB npuBOAUT K
CHI)KEHHUIO paclioiaraeMoi aMIUIMTYAbl OCEBOIO CKPYYHMBAHMSI U KaK CJIEJICTBUE K CHI)KEHUIO
MaHEBPEHHOCTH, YTO COOTBETCTBYET TapaHHOMY Oery. Oxuaaemo, BBICOKHE aMIUIMTyabl AR
aROM B mepexomHbIX CyCTaBaxX XapaKTepHBI ISl BUAOB ¢ OoJjiee KayJaJbHBIM I1E€PEXOJIOM

(Giraffidae u Bovini).

39 (I)yHKHHOHaJILHLIﬁ AHAJ/IU3 NOACHUYIHOI0 0TAC/Ia Y NAaPHOKONBITHBIX
[TosicHMUHBINA OT/EN MO3BOHOYHHMKA Yy MIJIEKOMUTAIOMIUX MPHUCIIOCO0eH st 3 dekTuBHOM

paboThl B CarMTTajbHOI MJIOCKOCTH (B KOTOPOM XapaKTEpU3yeTcsh BBICOKOM T'MOKOCTHIO). DTO
ABJISIETCS Ba)KHEWIIeW ajganTanueil 4eTBEepOHOIMX MIIEKOMHTamoImux kK Oery rajomom. Ilocne
OTpbIBAa Iapbl 33JHUX KOHEYHOCTEHM OT 3€MJIM MIICKOIHUTAIONIME BBIHOCAT HMX BIEpen Ui
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IpU3eMIIEHHs U HOBOro Toiuka. [losicHuia npu 3ToM crubaercs, 4To yBEJIMUMUBAET BEIHOC 3aIHUX
KOHEYHOCTEH Briepe]. B 3TOT MOMEHT CyXOXKHIIMSI MBIIII] pa3rudaresieil CUHbBI pacTATUBAIOTCH, 32
CUET YEero B HUX HAKAIUIMBAETCS CYIIECTBEHHOE KOJIMUYECTBO NMOTEHLHMaIbHOU 3Hepruu. [locie
NPU3EMJIEHHS 3aIHUX KOHEYHOCTEH, OHM HAUMHAIOT pa3ru0aTbcs CHHXPOHHO C ITO3BOHOYHHMKOM,
IPU 3TOM HAKOIJICHHAs B CYXOXKWIMSX CIHMHHBIX MBIIIL [TOTEHIMAIbHAsL SHEPTHUs MEPEXOAnT B
kuHeTnueckyro. Kak Obuto mokazano PobGeprom Anekcanaepom (Alexander et al., 1985),
3a/1eliCTBOBaHNE PHEPIUHU, KOTOpAasi HAKAILIMBAECTCS B CYXO)KMJIUSAX MBI MOSCHUYHOIO OTJENa
IO3BOHOYHMKA IPU €ro cru0aHuM, MO3BOJIAET MIIEKONMTAIOUIMM CYIIECTBEHHBIM 00pa3oM
COKpAaTUTh SHEPreTUYeCKHe 3aTpaThl IIpH Oere, YTo JienaeT rajuon Haubosee S3Hepro3hHeKTHBHBIM
AJUTIOPOM Ha BBICOKHX CKOpoCTsX. Kak Obl10 0TMeueHO Bblllle, 0oJIblIast 4acTh ITPYAHOIO OT/IEIa
MMO3BOHOYHHMKA SIBJIIETCA JOCTATOYHO cTarHyHOM B IiaHe SB aROM, Bricokas carurTrajibHas
HOABMKHOCTb puxoauTcs Ha otaen RfL cycraBos.

Mopdonornuecku RfL cycTaBbl y IapHOKOIBITHBIX XapaKTEPU3YIOTCS IOUTH BEPTUKAIBHOM
(mapacarutTajabHOW) OpHEHTalMel OCHOBHOM OBEpXHOCTHU (haceTok 3uranoduzon. Mopdoiorus
RfL cycTraBoB y napHOKOMIBITHBIX 1I0CTaTOUHO pa3HooOpa3Ha. Tak, y oBIIeObIKa B KOHIIE TPYIHOTO
otzaena (aceTku SBIIAIOTCS MPAKTUUECKU COBEPILIEHHO BepTHKaIbHbIMU (Puc. 26 a), a y xxupadon
B KOHIIE TIOSICHUIIBI OJIM3KHU K rpocToMy Rf Ty (V-00pasHbliii Bua napsl haceTok 6e3 3aMKOB). Y
JPYTUX MapHOKOMBITHBIX PE3Uranou3bl UMEIOT peOHU U OOPTUKHU pa3IudHOMN (POPMBI, KOTOpBIE

OXBAaTHIBAIOT MOCT3UTANO(PU3BI BIIEPEIUIICHKAIIIETO TO3BOHKA, BBITIONIHSIS poiib "3aMkoB" (Puc. 26).

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

Puc. 26. Mopdonorus "3amkoB" mpe- u mocturanoduzoB B RfL cycraBax y pa3muyHBIX
NapHOKOMBITHBIX. [locT3uranoduspl KpaHWaIbHOTO MO3BOHKAa B mape (a, B, 1, X, H, I),
npe3uranousbl KaygaJlbHOTO MO3BOHKa B mape (0, 1, e, 3, Kk, M). [Ipumepsl moka3zaHbl B
MOCJIeIOBATEIFHOCTH YBEIMYCHUSI CJIOKHOCTHU 3aMKOB. (a, 0) Ovibos moschatus; (8, T) Giraffa
camelopardalis; (n, €) Capra falconeri; (x, 3) Phacochoerus africanus; (u, k) Alces alces; (1, M)

Ovibos moschatus. 13 Belyaev et al., 20216 ¢ u3aMeHeHUSIMHU.
111



SB aROM B rpyansix RfL cycraBax y mMapHOKONBITHBIX HECKOJIBKO HIDKE, YEM BO
BHYTPHUIOSCHUYHBIX cycTaBax (mean diff = 0,8°). Kak cymmapsslii, Tak u cpeqauii SB aROM B
oraene RfL cycTaBoB m MOSCHUYHOM OTAENE MMEET BBICOKHE OTPUIATEIbHbBIE KOPPENSIUH C
JUHEHHBIMU pa3MepaMHu IMO3BOHOYHOTO cToj0a (Tabm. 16). Cambie HU3KKe amIuiuTyasl SB aROM
XapaKTepHbI JIJIsl CaMbIX KPYIIHBIX MpeACcTaBUTENeH MapHOKONbITHRIX — Hippopotamidae, Bovini u
Giraffidae (Puc. 27). [1Jis 3TUX KHBOTHBIX XapaKTEPHA JTOPCOCTAOMILHOCT TO3BOHOYHOTO CTOI0A
B noanmanuu [LI1. 'amGapsiaa (1972).

SB aROM (kak cymMMapHBbIi, Tak ¥ cpearuii) B otaene RfL cycTaBoB 1 mossCHUYHOM OT/IeNe
MTO3BOHOYHHKA HMMEET OYEHb BBICOKYIO IOJOXKHUTEIbHYI) KOPPEJSIUI0 C  YIJIMHEHUEM
MOSICHUYHOTO OT/I€JIa OTHOCUTEIBHO 00IEH JJIMHBI TYJIOBUIIIHONW YacTu 03BOHOYHUKA (7 = 0,404-
0,778, p=0,005-0,000) (Tab:xn. 17). OT0 TOBOPUT O TOM, YTO YBEIUUCHHUE MOJIBHIKHOCTH TTOSICHUIIBI
CONPOBOXK/IAETCS U YBEIMYEHUEM €€ OTHOCUTEIBHOM JUIMHBL. JTO JBa B3aUMOJOIOJIHSIOIINX
croco0a yBeIMYeHUs JITUHBI yTH, KOTOPBIA IPOXOAUT LEHTP TSHKECTHU KUBOTHOTO MIPH MEPEX0/Ie
MNOSICHUYHOIO OT/eNla U3 MAaKCHUMaJbHO COTHYTOIO IOJIOXKEHHSI B IPSIMOE, Halpumep, Mnepen
MIPBDKKOM.

Oto xopomio coriacyercs ¢ kinaccudukanueir ¢dopm Oera, mnpemnoxkeHHoi I[lerpom
[amGapssnom (1972) nnst konbITHBIX. [lapHOKOMBITHBIE, TPUCIIOCOONIEHHBIE K TMPBDKKOBOW U
IPBDKKOBO-CKOPOCTHOM (opmaM Oera, XapaKTepH3yIOTCs HanOoJiee MOABIKHOW CIIMHOW B
caruttajgbHOM mmockocT (Puc. 27). KonbiTHbIE, MpHCTOCOOIEHHBIE K CKOPOCTHOM (popme Oera,
XapaKTepU3YIOTCs CpeHel MoIBUKHOCTHIO B oTiese RfL cycTaBoB u nosicanunom otzene. Camast
HU3Kasl MOJBM)KHOCTh XapaKTepHa I KUBOTHBIX, HCHOJB3YIOLUINX MONYyTsKeIylo (Gopmy Oera
(Puc. 27).

lopnast cpena oOuTaHHUsI Takke SBISETCS (PAKTOPOM, CIOCOOCTBYIOIIMM YBEIUYEHHUIO
HOABMKHOCTU B MOSICHUYHON 00J7acTH, KOTOPYIO KHBOTHBIE CIIOCOOHBI MCIIOJIB30BaTh BO BPEMsI
npbbKKOB. [opHbIe BUIBI B cpeHeM Ha 7° SB aROM mpeBbIIatoT COOTBETCTBYIOIINUN MaKCUMyM
Cpeu He TOPHBIX MapHOKOIBITHBIX.

OcTHCTBIE OTPOCTKHU MTO3BOHKOB Y MAapHOKOMBITHBIX B oTaene RfL cycraBoB npeacrapisior
cOOOH HIMPOKUE KOCTHBIE IUIACTHHBI, BEPIIMHBI KOTOPHIX BBITSHYTHl B KpaHHO-KaylaJlbHOM
HanpasineHun (Puc. 17). K oCTUCTBIM OTpPOCTKaM NPUKPEIUISIOTCS KOPOTKHUE MEXKOCTUCTBIE
CBSI3KH, KOTOPbIE MPEAOTBPAILIAIOT YPE3MEPHYIO BEHTPAIbHYIO (PIeKCHIO 0e3 3aTpaT MBIIICYHON
SHEPruu. YUYacTKU HAJIOCTHCTOM CBS3KM MEXAY OTPOCTKAMHU, KaK U MEXKOCTUCTBIE CBS3KH,
CTaHOBATCSI OYEHb KOPOTKUMHU. [Ipm 3TOM, 4eM BBILLIE OCTUCTBIE OTPOCTKH, TEM MEHBIIE YIOJI
crubaHus, KOTOPbI BO3MOXXHO JOCTUYb INPH OJUHAKOBOW JJIMHE CBSI30K, COCIUHSIOIIUX HX

Bepxywku (I'ambapsiH, 1972). Haubonee BBITSHYThIE B NepelHE3alHEM HaMpaBiIeHHE OCTUCThIE
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OTPOCTKHU MO OTHOLICHHUIO K JJIMHE TEJa IMO3BOHKA B MOSICHUYHOM 00nacTH Ha6J'IIO,Z[aIOTCH y

kabapru u npeacrasureneit cemeiictBa Caprinae (Puc. 17; cMm. kaptunaku B Belyaev et al., 20218).
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Puc. 27. CarurranpHas MOABIKHOCTH B MOsICHUYHOM oOmactu (a) u otaene RfL cyctaBo (0) y
NapHOKOMBITHBIX (0€3 yueTa MoJIBMKHOCTH B MOSICHUYHO-KpecTIIOBOM cycraie). [1o ocu abcmuce
npezcTaBieHa a0CONIOTHAs AJIMHA (MM) TyJIOBUIIHOM yacTu mo3BoHouHuka (T+L+S). ITo ocu
opauHatr mpeactaBieHa cymmapHas SB aROM (°) B moscauynom otnene (a) u B otaene RfL
cyctaBoB (0). 3a TOUKy nepeceueHHst OCeil B3AThl CPEAHNE 3HAUSHHSI 3TUX [TEPEMEHHBIX I BCEX
u3y4yeHHbIX BUJ0B (anmuHa T+L+S 893,8 mm; cymmapnsiit SB aROM B nosicanyHoit obnactu 47,9%;
cymmapueii SB aROM B otnmene RfL cycraBoB 63,5°). lLlBera KpyXkoB 0003HayaroT
TAaKCOHOMUYECKYIO TpyIy, Kak Ha Puc. 19. U3 Belyaev et al., 20216 ¢ u3smMeHeHUsIMH.
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Amvmmatynet AR aROM B otnene RfLL cycTaBoB y BceX MapHOKOMBITHBIX YpE3BBIYAHHO
Huskue. Cpenamiit AR aROM B otmene RfLL cycraBoB mMeeT OTpHIIATENBHYIO KOPPEISIHUIO C
ammmutygoi SB aROM B otaene RfL cycraBoB u nosicanunom otnene (Tabi. 17). 3to ykas3piBaer
Ha TO, 4YTO Npu yBenaudeHUH amiuutyn SB aROM B nosicHuile y TapHOKONBITHBIX MPOUCXOAUT
yMeHblieHue aMmiutyu AR aROM. DT1o gocTaroyHO OXKKJ1aeMo, MOCKOJIBKY CaruTTalibHas
THOKOCTh B TIOSICHUIIE SIBJISICTCS OCHOBOM JJIs TAJIONa U PerHOHAIN3aIus Mojie3HOro AR B Toi ke
YaCcTH TTO3BOHOYHOTO CTOJI0A SIBISIETCS HEexKenaTenbHOU. [ToXoxke, 4T0 IMEHHO IMTOATOMY IMOJIE3HOE
0CEBOE CKpyUMBaHUE, HEOOXOIMMOE JIJIsl MAHEBPOB, PACIION0KEHO B IPYTOi YaCTH MO3BOHOYHOTO

cronba — B otnene Tf cycTaBoB.

3.9.1 Posb 3adpaceTo4HO IMKHU B NOSICHUYHO-KPECTIIOBOM CyCTaBe
Hanmuuue orpanmumrtens nopcaibHO skcTeH3uu u3Menser SB aROM B moscHHYHO-

KpPECTLOBOM CyCTaBe 10 cpaBHEHHIO co cTtanaapTHbiMu RfL cycraBamu (Puc. 19). V paznuunbix
MEJIKUX M CPEIHUX II0 pa3MepaM NapHOKOINBITHBIX 3adaceroyHas sMKa oOecredyrnBaeT
3HAYUTENbHBIM MPUPOCT PACHOJIATAEMOM JOPCAIbHOM 3KCTEH3UM B IMOSCHUYHO-KPECTLOBOM
CycTaBe 10 CPAaBHEHUIO C BHYTPUIIOSICHUYHBIMU cycTaBamu. Tak, y npenacraButeneid Tragulidae,
Menkux antwion, Tayassuidae u Moschidae yBenuueHne nopcaibHON SKCTCH3UU COCTABIISET B
cpenneM Oonee 5°. HampoTuB, y MHOTHX KPYIHBIX TIPEACTABUTENCH MapHOKOIBITHBIX
3apaceroyHas sMKa YMEHBIIAET pACIONaraeMyr aMmIUTUTYyly pasruOaHus B MOSCHUYHO-
KPECTIIOBOM CYCTaBe, HO HE3HAUUTEIbHO, B CpeHeM Ha 1°.

Hcxons U3 3TOro MOKHO NMPEATIONOKUTE, YTO (GOPMUPOBAHHUE 3aaceTOUHOM IMKH SBISETCS
CIIOCOOOM YBEJIMYEHHS AaMILJIUTY/IbI IOPCaJIbHOTO pa3sru0aHus B OSCHUYHO-KPECTIIOBOM CYCTaBe
0 CPaBHEHHIO C BHYTPUIOSACHUYHBIMU  CyCTaBaMU. BHYTpPHUIIOSICHUYHBIE  CYCTaBbl
MAPHOKOIBITHBIX JIMIIEHBI TOJOOHBIX SMOK M CIHOCOOHBI JIMIIh HE3HAYUTEIHHO BBIXOAUTH 3a
Mpeeibl HEUTPaTbHOTO TOJIOXKEHUS TTO3BOHOYHUKA MpHU AopcainbHoM pasrubanuu (Wilke et al.,
1997a, B, 2011). B mOSICHUYHO-KPECTIIOBOM CYCTaBE€ 3TO JOCTUTAeTCs Onarofapsi TOMY, 4TO
MOCT3UTano(pU3bl MOCIETHEr0 MOSICHUYHOTO TTO3BOHKA CIIOCOOHBI BBIXOUTH JIAJIEKO 3a Mpeieibl
npe3uranou3oB MNepBOro KPeCcTIOBOro MO3BOHKA, M0MNa/1asi B COOTBETCTBYIOIYIO 3a(aceTOUHYIO
SMKY, a HE Cpa3y yInHpasich B OCHOBaHHE HEBpaJIbHOM nyru. Takas ssMKa MMEeT 3aJJHIOI0 FPaHHULLY,
KOTOpasi B KOHEYHOM UTOTe JIEHCTBYET KaK CTONOp runepiakcTen3uu. OaHako cronopHas QyHKIus
ATOM TPaHUIIBI BRIVISIUT CKOpee Kak MOOOYHBIN MpoayKT ee popmupoBanus. [loaromy Hanbonee
BEPOSTHOW pOIBI0 ATOW Mopdonoruueckoil ocobeHHOCTH siBisieTcst yBenumueHne SB aROM B
HamnpaBJIeHUM pa3rubaHusi, a He orpaHudyeHue. OrpaHUYUTENbHAs pOJIb MPOSBISETCS MpU
YMEHBIIIEHUW JUIMHBI SIMKH Yy  CaMbIX KpPYIIHBIX  TApHOKOMBITHBIX  HMCTOJB3YIOIINX

JopcocTabuiIbHYyI0 (GopMy rajuomna.
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3.9.2 Cs13b MOP(OJIOTHH MOSICHUYHO-KPECTLOBOI0 CYCTABA C MOJABUKHOCTHIO
CarutrasibHasg NOJBUKHOCTh B MOSICHUYHO-KPECTIIOBOM CYCTAaBE B CPEIHEM CYIIECTBEHHO

BbIIlIE, YeM BO BHYTPHUIIOACHUYHBIX CyCTaBaX. JTOT BBIBOJ XOpPOILIO COINIaCyeTcs C paHee
onyOnmkoBaHHBIMU HccienoBanusaMu ([Teutbimayk, 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; bensies, 2018; Jones et al., 2020). B cpenneM y mapHOKOTIBITHBIX
MOJBMKHOCTh B IOSICHUYHO-KPECTIIOBOM CyCTaBe COCTaBJSET MOYTH 4eTrBepTh (22,9%) or
CYMMapHOU MOABUKHOCTH B MOSICHUYHOM 001acTH (TOsACHUIIA + MOSICHUYHO-KPECTIIOBLII CyCTaB)
(Tabn. 22). V OonplIMHCTBA U3YYEHHBIX MapHOKONBITHBIX (42 u3 50) SB aROM B noscHu4HO-
KPECTI[OBOM CYCTaBE SIBJIICTCS CAMBIM BBHICOKMM BO BCEH TYJIOBUIIIHON YacTH IMO3BOHOYHHKA, & Y
HeKOoTOpeIX (6 u3 50) OH ABHSETCS CaMbIM BBICOKMUM BO BCEM MPEAKPECTIIOBOM OTIeIe
MO3BOHOYHOI0 CTOJIOA, BKJIIOUas IIer. JTo o0e uccienoBaHHble ocobu 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° potus 15,1° 8 C6-C7), Gazella subgutturosa (21,6° npotus 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 CaruTTaNbHON MOJABUKHOCTU B MOSCHUYHO-KPECTIIOBOM CYCTaBe
COIPOBOX/IACTCSA Y TAPHOKOIBITHBIX CIICIHATU3aueii MOp(HOIIOTHH MO3BOHKOB M CBSI304HOTO
anmapara. [locnemHuii TOSCHUYHBIA TO3BOHOK XapaKTepU3yeTcs yMIUHEHHeM (haceTok
MOCT3UTano(u30B MO CPaBHEHHUIO C OOBIYHBIMH TMOSICHUYHBIMH TIO3BOHKaMH. B cpemHem, y
MOCIIEHETO MOSICHUYHOTO MT03BOHKA (paceTku nmoctiuranodusos qpuHHee Ha 43,4%. Takke, Tena
MOCJICHETO TMOSICHUYHOTO M IEPBOTO KPECTIIOBOTO IMO3BOHKOB Y TMAPHOKOIBITHBIX YITIOMICHBI
JIOPCOBEHTpaIbHO. braromapsi 3ToMy B TMOSCHHYHO-KPECTIIOBOM CYCTaBE y MapHOKOIBITHBIX
MIPOUCXOTUT COKpallleHue JUIHHBI (B cpenHeM Ha 15%) pammyca BpalieHHs B CaruTTaabHOU
MI0CKOCTH (Ryert) IO CpPaBHEHUIO C BHYTPHUIIOSICHUYHBIME CycTaBaMU. Takoe yKOpodeHHe paanyca
oOecrieurBaeT yIjioBO€ yBEIMYCHUE aMIUTHTYAbI SB Ha eIWHUWILYy JUTMHBI JyTH JIBWDKECHHUS Ha
17,6%. CBs1304HBIN anmapaT 3TOr0 CyCTaBa XapaKTEPU3YeTCsl yBEIHMUYCHUEM JJIMHBI HaJIOCTUCTOU
CBSI3KM Ha yYaCTKE MEXy MOCIETHUM MOSCHUYHBIM U IEPBBIM KPECTIIOBBIM MTO3BOHKAMH 33 CUET
MPOTUBOIOJIOKHOTO HAKJIOHA WX OCTUCTBIX OTPOCTKOB Yy OOJBIIMHCTBA TMAPHOKOMBITHBIX
(Fambapsia, 1972, Belyaev et al., 20216; Puc. 17). bonee nnuHHBIE CBSI3KM CIIOCOOHBI
pacTAruBaThCsl CUiIbHEe. Y HEKOTOPBIX MApHOKOMBITHBIX IPOUCXOAWT YMEHBIICHHE BBICOTHI
octuctoro orpoctka S1. B pesynbrare y ponoB Capra (Iacnapsin, 1969) u Ovis (Belyaev et al,
20216) HamocTUCTas CBfA3KAa MPOXOAUT OT OCTHUCTOTO OTPOCTKA MOCIETHET0 MOSICHUYHOTO
MO3BOHKA JI0 OCTUCTOIO OTPOCTKA BTOPOTO MOSICHUYHOTO MO3BOHKA (S2), BMecTo S1. YBenuuenue
JUTMHBI JTOPCAJIBHBIX CBS30K MEXIy MO3BOHKaMH o3HadaeT, 4yto SB aROM B moscHH4YHO-

KpCCTHOBOM CYCTAaBC YBCIMYHUBACTCA TAKKC WU B BCHTPAJIbHOM HAIIpaBJICHHUN ((I)J'IGKCI/IH). KpOMC
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TOTO, TOJNIIMHA MEKIIO3BOHKOBOI'O JIMCKA B MOSCHUYHO-KPECTIIOBOM CyCTaBe€ YBEIMYMUBAETCS IO
CPaBHECHHIO C MOSICHUYHBIM OTIEIOM (T.€. YBEIMYMBACTCS JIMHA BOJIOKOH, 0OPa3yIOIIUX JUCK).
Od4eBHIHO, YTO BCE BBIMICTICPEUHUCICHHBIC MPHU3HAKK (YIITMHCHHE (aceTOK MOCT3UTarno(u3oB,
COKpallleHHE paJuyca BpallleHHsl, yBeTUUCHHE TMHBI JOPCAIBbHBIX CBSI30K, YBETUUECHHUE TOJIIIHHBI
ME)KITO3BOHKOBBIX JMCKOB) SIBJISIIOTCSI B3AaUMOCBSI3aHHBIMU B COOTBETCTBHH C MpuHIUIOM KioBbe
0 KOppEeJSLIMM YacTell M CIOCOOCTBYIOT yBelnuyeHuto ammuintyasl SB aROM B nosicHuuHO-

KpCCTHOBOM CYCTaBC.

3.9.3 AjsioMeTpus H OABHKHOCTH
CaruTranbHas HOABMKHOCTh B MOSICHUYHO-KPECTIIOBOM CYCTaBE CBSI3aHA KaK C pa3Mepamu

Tena (auioMeTpu4eckn), Tak u ¢ ¢popmoi O6era. SB aROM B MOsSCHUYHO-KPECTIIOBOM CYCTaBe
UMEEeT CTATUCTHUYECKH 3HAUYMMBbIE OTPULIATENbHBIE KOPPEISUN C JMHEHHBIMU pa3MepaMu
no3BoHouHoro cronba (ITupcon r ot -0,363 no -0,675) u maccoii tena (» =-0,531) (Tabmn. 16). 310
0003HayaeT, YyTo, C TOUKU 3pEHUs OOIIEro TPEeHIa, YeM KpYIIHEE KUBOTHOE, TEM MEHEEe TMOKUM
SBJISIETCS €ro MOSCHUYHO-KPECTLIOBBIA CYCTaB B CarMTTaJIbHOM IutocKocTH. Koppensamus Mexay
SB aROM wu maccoii Tena Bo Bceil BRIOOpPKE BBIIIE, UeM KOPPENsus B 000N MOABBIOOPKE IO
dopme Oera (Gornee Toro, B 4 m3 6 moaBEIOOpOK (Gopm Oera 3HaueHUs [IupcoH 7 sSBISAIOTCS
CTaTUCTUYECKU HE3HAYUMBIMHU).

B03MOXHOCTH MCIIOIB30BaHUS MPBDKKOBBIX (POPM Iajiona OrpaHUyYeHa y MapHOKOIBITHBIX
pasmepamu. Hamm nanHele nokaseiBaroT, 4to Bec B 200-300 Kr sBASETCS BEpXHEN IUIAHKOW AJIs
IPBIKKOBOH (hOpMBI rajora, xapakTepHoii aiis ko3 u 6apanoB. Bec B 200-400 kr siBnsieTcst BepXHel
IUTAHKOM JJIs MPBIKKOBO-CKOPOCTHOM (opmbl Oera. [lpu manpHeiieM yBeIHMUYEHUU pa3MEPOB
MapHOKOIBITHBIE MEPEXOAAT K 0ojiee S5KOHOMUUYHBIM (hopMaM rajona, TaKMM Kak HOTyTsDKesas
dopma Oera, XapakTepHas JUId COBpPEMEHHBIX OblubMX. Tak, A7 CamMoro KpymHOro U3
npeactaBuTeneil noacemeiictBa Caprinae, oBIeObIKa, XapakTepHa ToiyTsikenas (opma Oera,
KOTOpasi TOYHO SIBJIIETCS BTOPHMYHO BO3HMKIIEW B 3TOM mojceMeicTBe. Camble TsDKENbIE U3
HapHOKOMBITHBIX, 0ETEMOTBHI, HCITOJIB3YIOT rallon Juisd nepeasuxenus noj sopoi (Coughlin & Fish,
2009), HO mepeABUraloTCs ¢ HOMOIIBIO PHICH U XOABOBI Ha CyIIe. DTO MOXKHO pacCcMaTpUBaTh Kak
KpaliHUIl BapuaHT NOJYTSXKeNoil ¢opmbl Gera, KOTOpPBIM MPUOIMKAETCS K TPaBUIOPTAIBHOMY
NEPEIBUKEHUIO CJIIOHOB, KOTOpbI€ BTOPUYHO MOTEPSIM CHOCOOHOCTH K Oery, u Haumbosee
CKOPOCTHBIM aJUTIOPOM JJIsl KOTOPBIX siBisieTcst ObIcTphlit mar (I'ambapsH, 1972).

C npyroif cTopoHbI, ObLIO MOKa3aHO, YTO B IOJABHIOOPKE MAPHOKONBITHBIX CO CpeaHEH
Mmaccoi (nuanaszoH 34,5-139 kr) SB aROM B mosiCHUYHO-KPECTILIOBOM CyCTaBe CTaTUCTUYECKU
3HaYMMO pasfiyaercs y TMpeJcTaBuTeNed ¢ pasauuHbIMH  Qopmamu Oera. HaumbGonbine
aMIUIMTYyAsl SB B MOSCHMYHO-KPECTLIOBOM CYCTaBE€ XapaKTEpHbl I IapHOKOIBITHBIX,

UCTIONIB3YIOMIMX TPBDKKOBYIO U IMPBDKKOBO-CKOPOCTHYIO (opmy Oera (Puc. 22 B). Bnusaue
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ayutometpuu Ha SB aROM B OSICHUYHO-KPECTIIOBOM CyCTaBe CHIIBHO CHIYKAETCS B TIOJIBRIOOPKAX
MAPHOKOIIBITHBIX, KOTOPBIE HE UMEIOT O0NBIIOro pazdpoca mo macce tena. Tak, B mOABBIOOpKE
KOMBITHBIX OT 34,5 1m0 139 Kr CBs3b MOABMKHOCTH M MAaccChl Tella HeloCcToBepHA (KO3 PHUICHT
koppensiuu ITupcona ymensmaercs 10 -0,140, a R?> B cremennoii perpeccun 10 0,031). Dto
MOKa3bIBACT, YTO Y KOIBITHBIX CXOJHOTO pasMepa aMIUIuTyaa SB B MOSCHUYHO-KPECTLIOBOM
CyCTaBe B [IEPBYIO OUEPEe/Ib CBSI3aHA C IOKOMOTOPHOM CHEIMaTH3aIHEH.

Cpenu MenKuxX aHTWION (BKJIIOYash BWiopora) Oosee Bbicokue 3HadeHuss SB aROM B
MOSICHUYHO-KPECTIIOBOM CyCTaBe ObLIIM OTMEYEHBI Y BUNIOB Antilope cervicarpa, Gazella gazella,
Gazella subgutturosa, Madoqua saltiana, Nanger soemmerringii, Ourebia ourebi, Philantomba
maxwellii, Philantomba monticola, Raphicerus sp., HCTIONb3YIOIUX K MPBIKKOBO-CKOPOCTHYIO
dopmy Oera (n = 19, mean = 22,3°, 95% CI: 20,7-23,8°), Torna kak y BUIOB, IPUCIIOCOOICHHBIX K
BBIHOCIIUBOMY CKOpOCTHOMY Oery (Antilocapra americana, Procapra gutturosa, Procapra
picticaudata, Saiga tatarica), NOABUKHOCTb B TOICHUYHO-KPECTIIOBOM CYCTaBE 3aMETHO HUXKeE (n
=12, mean = 16,0°, 95% CI: 14,6-17,5°) (Puc. 24). 3ToT BBIBOJI TOATBEPKAACTCS MPU CPAaBHEHUU
ceBepHoro oJiens (n = 8, mean = 11,2°, 95% CI: 10,1-12,3°), ucnosnb3yroiero CKOpoCTHON rajior
u Apyrux BuaoB ceMericTBa Cervidae (uckiroyast 6eraronux xonyapHoi popmoit noceit) (n = 21,
mean = 16,9°, 95% CI: 15,5-18,3°), ucnonb3yromux MOpbIKKOBO-CKOPOCTHOM Oer. CnemyeT
OTMETHUTh, uTo cymmapHbli SB aROM B nosicauyHoil o6nactu ceBepHoro oneHst (35°) Taxxke
cymecTBeHHO MeHbine, yeM y apyrux Cervidae (53,6-55,8°) (Belyaev et al, 20216). Ilpu
MCIIONB30BaHNE CKOPOCTHON (hOopMBbI Oera y KOMBITHBIX CKOPOCThH Tajiona yBEIWYMBAECTCS B
OCHOBHOM 3a CYeT yBelnuueHus: yactoThl maros (I'ambapsa, 1972). Y1 Ha060poT, IPH MPBHKKOBO-
CKOPOCTHOH W TpPBDKKOBOH (hopmMax Oera CKOPOCTh YBEIHMUYMBACTCS B OCHOBHOM 3a CHYET
yBEJIMYEHUS JUTMHBI Iara, 4yTo obecneunBaercsi yBenuueHueMm amruuty SB ROM B cycraBax
KoHeuHocTel u ciuubl (Puc. 28 a, 6).

[TosicCHUYHO-KPECTIIOBBIN CyCTaB y KPYMHBIX TAPHOKOMBITHBIX ManiomoOuieH (Tabnuia 4 B
[Tpunoxxenun 2). Cpenu Bovini u Hippopotamidae cpennsis ammmryna SB B mosicHU4YHO-
KpectiioBoM cyctaBe (mean = 10,7-11,0°) nump B mosTopa pa3a MPEBBINIAET CPEIHIOIO
HOABIKHOCTh B TOSCHUYHBIX cycraBax (mean = 7,1-7,6°). Haumenbiue ammuutyasl SB B
MOSICHUYHO-KPECTI[IOBOM CyCTaBe XapaKTEPHBI JIJISl JKUBOTHBIX, HCIONB3YIOMUX XOMYIbHYIO U
nonytsokenyto gopmy Oera. Tak, y uzydennsix Giraffidae, SB aROM B nosicHUYHO-KpeCTIIOBOM
cycraBe (mean = 7,4°) naxe Hike, yeM cpennsas SB aROM B noscHuYHBIX cycTaBax (mean =

7,5°), uto xapaktepHo u amus juocs (8,6° mpotus 9,3°) (Puc. 21 a).
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Puc. 28. 'anon y HEKOTOPBIX APHOKONBITHBIX. JIeBast koJoHKa (a, 0) "nopcocTabmiibHBIN" raor,
npaBasi KOJOHKa (B, I') — "nopcoMoOWIbHBIN" ranon. (a) ceBepHbIN oleHb Rangifer tarandus
(Dotorpadus npenoctaBinena Kesunom Jlucoroii, https://kevinlisota.photography); (6) caiirak
Saiga tatarica (®ortorpadust nmpenocrapneHa Hukonaem JlenucoBwiM); (B) nwun Kobus leche
(Dororpaduss mpenocraiena Okavango Horse Safaris, nemsra OxaBanro, borcBana,
http://www.okavangohorse.com); (r) razemp Tomncona Eudorcas thomsonii (®otorpadus
npenocrasieHa [lomom Coynepcom, WorldFoto). Pesknii n3rud mosicHH4HO-KpeCTIIOBOTO OT/IENa
B (ha3ze mepeHoca KOHEYHOCTEH OTIMYAET JOPCOMOOMIIBHBIE BHUABI OT JOPCOCTAOMIIBHBIX —
XapaKTEPU3YIOUINXCSI TPAKTHUECKHA IMOCTOSHHO TPSIMOW CHHMHOM BO Bcex (azax ramoma. M3
Belyaev et al., 2022a ¢ n3MeHEHUSMHU.

[lprumHON TaKOro TOHMKEHHUS CAaruTTAIBHOM THOKOCTH Yy KpPYNMHBIX W TSHKEIBIX
MAPHOKOIBITHBIX ABJISACTCSA aJ'IJ'IOMeTpI/I'-IeCKI/Iﬁ POCT KUBOTHBIX. HpI/I HU3MCHCHHHU pa3sMEpOB TECIa
0e3 Kakux-T1M00 W3MEHEHHH MNpomopIuil (M30METPHYECKUl POCT) JHHEWHBIE pa3Mephl Tema
YBEJIMYUBAIOTCS JIMHEHHO, a BEC Tela pacTeT KyOuueckd (Tak, MPU YBEIMYEHUU JIMHEHHBIX
pa3MepoB BIIBOE, BeC Tella yBeTHMUUTCS B § pa3). [Ipr 5TOM MBITIIIBI Y)KUBOTHOTO JTOJKHBI OKA3aThCsI
CIIMIIKOM CJIa0BIMU JJISi TAaKOro HOBOTo Tena. UToObl KOMIEHCHUpOBaTh M30BITOK Beca Oosee
KpPYTHbIE XUBOTHBIE UMEIOT TEHACHIIMIO K TEPECTPOMKE CBOETr0 JIOKOMOTOPHOTO armapara.
bnaronmapst aTomMy, Harpy3ku, BO3HHKAIOIIME MpU OBICTPOM JIOKOMOIIMHM B KOCTSIX, MBIIIIAX U
CYXOXKWINSX Y KPYITHBIX )KHBOTHBIX (TaKUX Kak OyHBOJ M CIIOH), HE MPEBBIIIAIOT ATH HATPY3KH Y
pa3nmuuHbIX O0s1ee Menkux miiekonuTarmux (Alexander et al., 1979). UXx KOHEYHOCTH CTAaHOBATCSI
0oJiee KOPOTKUMH, YIJIbI MKy KOCTSIMH B CyCTaBaX CTAaHOBATCS Oosee TynbiMu (Ommxe k 180°),
COKpAIl[aeTCsl OTHOCHUTEbHAS AJUHA, U KaK CJEICTBUE, aMIUTUTY/a COKpPAILIEHUS MYCKYIbHBIX

BoniokoH (ambapsin, 1972; Biewener, 2005). 13-3a 3TOro yMeHbIIaeTCsl aMIUTUTYAA IBH>KEHUS B
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cycTaBax KOHEUHOCTel. B pe3ynbraTe CHMKAIOTCS 4acTOTA IUKJIOB M aMIUIUTYy[a BEPTUKAIbHBIX
Koje0aHmii Tena Bo BpeMs Oera. Taxoke AJsl MpeCTaBUTENCH XOAYIbHOU M MOMYTSHKENI0N Gopm
Oera xapakTepHO YMEHbBIICHHE aMIUIATY/I TOJBMKHOCTHU B nosicHu4HbIX (Belyaev et al, 20216) u
nosicauyHo-kpectioBoM (Belyaev et al, 2022a) cycraBax. Takum 00pa3oM, OOJBIIMHCTBO
KPYTHBIX MapHOKOMBITHBIX MOXKHO CUUTaTh "JOpPCOCTaOMIBHBIMU" >KMBOTHBIMU B MOHHMMAaHUE
[LI1. T'amGapsiaa (1972).

Bricokue ammunTynel SB B MOSICHUYHO-KPECTIIOBOM CYCTaBE XapaKTEPHBI JUISI MEIKUX H
MIPOBOPHBIX MAPHOKOMBITHBIX. J[JIs1 3TUX KMBOTHBIX TaK)K€ XapaKTepHa BBICOKAs CyMMapHas U
cpenusisi SB nonBuwxkHOCTH B oTaene RfL cyctaBoB u mosicHU4HOM otTjesne nmo3BoHoyHuka (Taom.
17). HaumbOonpiias ammiuTyna SB NOABMKHOCTU XapakTepHa JUIsl BHMJOB, HCIHOJB3YIOLIMX
IPBDKKOBYIO U TIPBDKKOBO-CKOPOCTHYIO (hopmbl Oera. Hanbonpmme ammutyasl SB B osCHUYHO-
KpPECTIIOBOM CYyCTaBe y MapHOKOMBITHBIX (Puc. 21) HaxomsTcs Ha OAHOM YPOBHE C TaKHUMHU
XHUIIHBIMH, KaK BOJIK, KomIKa, TUTP U sryap (19,6-28°) (Ileutbimuyk, 1975; Gal, 1993; Jones et al.,
2020) 1 3aMeTHO yCTyIaeT ToJbKO cobake u 6apcyky (37-45°) (Gal, 1993; Benninger et al., 2004).
Bormee TOro, MOABMKHOCTH B OJHOM TOJBKO TIOSICHUYHO-KPECTIIOBOM CYCTaBe 3THX
MApHOKOIBITHBIX TpUOIMxKaeTcst K cymmapaomy SB aROM Bo Beeli mOsiCHUUHO# 001aCTH Y TaKHX
KPYIHBIX U TSDKENbIX KOMBITHBIX, Kak Giraffidae u Hippopotamidae (30,5-34,6°) (Belyaev et al,
20216). Takum oOpa3oM, MHOTME MEJIKHE WU CpPEAHHME IO pPa3Mepy NApHOKOIBITHbBIE MOTYT
cuntarbes "mopcomoOubHBIMU" B TepMuHax ['ambapsina (1972) (Puc. 28 B, 1).

MoOXHO NMOAYEPKHYTh CIEIYIOUIYI0 3aKOHOMEPHOCTh — Y MapHOKOIIBITHBIX, Y KOTOPBHIX SB
aROM B MNOACHUYHBIX CycTaBaX BBICOKHHM, OH BBICOK M B IMOSCHUYHO-KPECTIIOBOM CYCTaBe,
npuyeM B 3ToM cyctaBe SB aROM npeBocxXoanuT TakoBOI BO BHYTPUIIOSCHUYHBIX cycTaBax. Eciu
K€ TIOABIKHOCTD TOSICHUIIBI HU3Kast, To SB aROM B MOSICHUYHO-KPECTIIOBOM CyCTaBE HAXOTUTCS
Ha TOM K€ YPOBHE WJIH JIMIIb HE3HAUUTEJIbHO IMPEBOCXOIUT MOJABMKHOCTD BO BHYTPHUIIOSICHUYHBIX

cycTaBax.
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IJTABA 4. NIOABU/KHOCTD IO3BOHOYHOI'O CTOJIBA Y

HEITAPHOKOIIBITHBIX
4.1 UccaenoBanusi MOABUKHOCTH IMO3BOHOYHOI'0 CT0JI0A Y HEMAPHOKONBITHBIX
Perissodactyla — »TO gnpeBHHMII M B TPONUIOM KpalHE pa3sHOOOpPA3HBIM OTPs

miekonrTarommx (Simpson, 1945; Meredith et al., 2011; Steiner & Ryder, 2011). B otnmuume ot
NApHOKOIBITHBIX, OCHOBHAS aJallTUBHAS paJUaIHsl CPeId HETTAPHOKOIBITHBIX MTPOUCXOIUT YXKE B
pannem somuene (Prothero & Schoch, 2002); coBpemeHHble HEMAPHOKONBITHBIE MPEICTABISIOT
cOOOH JIMIIb CKPOMHBIE OCTAaTKHM HEKOIZla CYILIECTBOBABUIErO pa3HooOpa3us. PeleHTHbIE
HEMApPHOKOIBITHBIE  BKJIIOYAIOT  MPEJICTaBUTENEH CPEeAHMX M KPYHNHBIX 10  pasMmepy
PaCTUTENTHHOSAIHBIX MIICKOIUTAIONINX, TPHUHAUICKAINUX K TpeM cemeiictBam: Tapiridae,
Rhinocerotidae n Equidae. MIx npencraBuTen JOBOJIBHO CHIBHO OTIUYAIOTCS JIPYT OT Ipyra u
UMEIOT cielu(pUYECKuil U JIErKO pa3InuuMBblIi SKCTEpheED.

CewmeiictBo Tapiridae npeacTaBieHO B COBpeMEHHOM (payHe OTHOCUTEIEHO KOPOTKOHOTUMHU
JKUBOTHBIMH CpPEJHET0 U KpymnHoro pasmepa (Bec 10 400 kr y mayaiickoro tamnupa), KOTOpbIE€ B
OCHOBHOM o00uTatoT B JecHbIX Ouoromax (Wilson & Mittermeier, 2011). Mopdonorus
[OCTKPaHUAJIBLHOIO CKeJeTa TalMpoB apxXauyHa, OHAa OYeHb CXO0kKa ¢ Mopdosiorueil MeaKux
[1aJICOT€HOBBIX HEMAPHOKOIIBITHBIX U ITPUBJIEKAET BHUMAHKUE MCCIIE0BATENeH yKe Ha TPOTSKEHHUE
150 ner (Cope, 1873; Radinsky, 1965; Rose, 1996; Holbrook, 2001; MacLaren & Nauwelaerts,
2020). [Ins BHeWIHEro BHJA TalMpPOB XapaKTepHA CUJIbHAS HMCKPUBIEHHOCTH IOSICHUYHO-
KPECTIIOBOTO OT/Ie/1a TO3BOHOYHMKA, B PE3yJIbTaTe Yero UX CIMHA BBIVISIUT aKpOOOpa3HOM.

[TpeacraButenu cemeiictBa Rhinocerotidae sBIsAIOTCS OXHUMHM U3 CaMbIX KPYIHBIX
Ha3eMHBIX MJICKONMHUTAIONNX, CYIIECTBYIOMNX cerogns. bomee Toro, Oenblii M WHIWIHCKHUE
HOCOPOTM — JTO CaMble KpYIHbIE W3 HBIHE JKUBYIIUX MIICKOTUTAIONINX, COXPaHHBIIHNE
CHOCOOHOCTh MCHOJb30BaTh ClEeNU(PUUECKUH acUMMETpHUHBIN ammop — raion (Alexander &
Pond, 1992). lpyrue kpynHeiiye Ha3zeMHbIE MIJIEKONUTAIOIME OOJbIIEe HE MCIOIB3YIOT IS
nepeaBrKeHHs rajomn. Tak cioHbl BOOOIIE HE CHOCOOHBI K Oery, ux Hanbojee CKOPOCTHBIM
AJUTIOPOM SIBJISIETCS] OBICTPBIM 11ar, B KOTOPOM OTCYTCTBYIOT Oe3omnopHbie (assl (I'ambapsiH, 1972;
lambapssn & PyxksH, 1974; Hutchinson et al., 2003). OcCHOBHBIM Ha3eMHBIM aJLTIOPOM
OOBIKHOBEHHOT'O OeremMoTa SIBJISIETCSl PhICh, XOTS 3TH )KMBOTHBIE BCE €IIIe UCIOJb3YeT Tajoln JUIs
nepensmkerus oy Boaoi (Coughlin & Fish, 2009).

[IpencraButenu cemeiictBa Equidae Xopomio u3BeCTHBI CBOEW CKOpPOCThIO Oera u
BBIHOCJIUBOCTHIO. JlomIanu SIBISIOTCS KJIACCHUECKHUM IPUMEPOM JIOPCOCTAOMIBHOIO Trajomna,
KOTOPBIH ~ TPAJAMLIMOHHO IPOTHBOMNOCTABISETCA  JOPCOMOOMJIBHOMY TalloNly  XWIIHHUKOB

(Hildebrand, 1959; 'am6apsta, 1972).
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HccnenoBanus OMOMEXaHHWKH IMO3BOHOYHMKA, M, B YAaCTHOCTH, JAMAara3oHa JBHKCHHS B
MEKITO3BOHKOBBIX cycTaBax (ROM), UMeI0T y HEMapHOKOIBITHBIX JAOJITYIO UCTOPHIO, HO BCE 3TU
UCCIIEIOBaHUs ObUIM TIOCBAILICHBI TOJBKO OJHOMY BHIYy — JOoMalunHeid nomanu (Equus ferus
caballus). {ns nzyuenuss ROM y nomaneit npoBOAMIKMCH KaK in Vivo, TaK U in Vitro NCCISIOBaHMUS.

B nepBom wuccrienoBaHMM MEKIIO3BOHKOBOW MOABMKHOCTH Yy JIOMAllHEH Jjomaad Obuio
uzyuyeHo SB aROM B mnoscununo-kpectiioBom cyctase (IIputbimuyk, 1975). B artoii pabote
aMIUTUTyJa TOIBMKHOCTH H3MEpsUlaCh Ha pPEHTIeHOBCKMX CHUMKax. B 0Oormee moO3qHUX
MCCJIEIOBaHMSIX OB M3YyYEHBI BCE TPU cocTamisitontue noasmwkHocty (SB, LB u AR) Bo Bceit
TYJOBHUIITHOW yacTh mo3BoHouHHKa (Townsend et al., 1983), a Takke MOABMIKHOCTH IICHHOTO
oraena (Clayton & Townsend, 1989a, 6). ABropsl 3TUX paboT (PUKCHPOBATU H3MEHEHHE
MIOJIOKEHUSI MApKEPOB, 3aKPEIVIEHHBIX HA OCTHCTBIX OTPOCTKAX MO3BOHKOB C ITOMOIIbIO OyJIaBOK
[raiimana, A0 u mocine crubanust Ha ¢otorpadusix. B STuX wuccrenoBaHUsX elle He
MCIIOJIB30BAJICA CTAaHIaPT MEIULIMHCKUX UCCIIeIOBAaHNI OMOMEXaHUKH TTO3BOHOYHHUKA Y YEIOBEKa,
IPEAIIOIAaraloNIUi NCTIONIB30BaHHE CIIEUAIBHOTO CTaHKa, KOTOPBIH 00ecrneunBaeT PUKCUPYEMYIO
Harpy3Ky Ha KaXJIblii CyCTaB CO CTaHAAPTU3MPOBAHHBIM 3HAYCHHUEM KPYTSIIETO MOMEHTa (CM.
White & Panjabi, 1990). Crubanue nosicunuynoro otaena (IIpuibimuyk, 1975) unu naxe Bceit
TynoBuIHOW YacTu nmo3BoHouHuKa (Townsend et al, 1983) mpoBonunoch 6e3 cerMeHTaluu Ha
FSU (nmaps! wiin Tpoiku 03BOHKOB, UCIOIb3YEMbIE B ITOJIOOHBIX SKCIIEPUMEHTAX CETOMHS ).

In vivo uccnenosanus ucrnonbdyemoro ROM (uUROM) y noManHux somtaaeid npoBOINUINCH
C TIOMOIIIBIO aHAJTN3a KUHEMaTHKH MapKepOB, 3aKPETNICHHBIX Ha KOXKE MJIM UMIUTAHTHUPOBAHHBIX B
BEPXYIIKA OCTHCTBIX OTPOCTKOB TO3BOHKOB. B MHOrOYHMCIEHHBIX HCCIEIOBAaHUSAX ObLIN
noJryueHsl anHble 00 ammumutygax SB, LB u AR Bo BpeMst Xoabp0bl, pbICH U Tajiona y JIomae,
nepeaBUTaronmxcs Ha 6eroBoit 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 GonbmnHCTBE ATHX
paboT OCHOBHOE BHHMAaHHE YIENSIOCh MOSCHUYHOMY OTJIENy MO3BOHOYHOIO cTosiba. Mapkepsl
¢duKcupoBanuch TMO0 HAa ONPEAEICHHBIX MO3BOHKAX B TPYIHOM, MOSCHHYHOM U KPECTIIOBOM
ornenax (Audigie et al, 1999; Pourcelot et al, 1998; Faber et al, 2000, 2001a, 6, 2002;
Wennerstrand et al, 2009), 1160 Ha HECKOIBKHX MOCIEIOBATEIbHBIX TO3BOHKAX B OHOM OTAETE
no3BoHo4YHOTro ctonba (Haussler et al, 1999, 2001). B nepBom cityuae olieHUBaJIach perHOHAIbHAs
KWHEMAaTHKa MI03BOHOYHHUKA, & BO BTOPOM MEKITO3BOHKOBAsI KHHEMATHKA.

[TonsuxHOCTH MO3BOHOUHOTO cToi0a y Tapiridae, Rhinocerotidae u 6onbpmmncTBa Equidae,

paHee BOOOIIe HE U3Y4aJIUCh.

4.2 UcciienoBaHHBIA MaTepuaJl
HCCJ’IG}IOB&HI/Ie MOABMXHOCTU MNPECAKPECTIHOBOIO OTACTIa IMO3BOHOYHUKA OXBATHIBACT

MIPEICTABUTENEN BCEX 3 COBPEMEHHBIX CEMENCTB HEMMAPHOKOIBITHBIX: 3 13 4 BUJIOB TallUPOB, BCE
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5 BUII0OB HOCOporoB U Bce 7 BuaoB jomazaeit (Wilson & Mittermeier, 2011; Vilstrup et al., 2012;
Ruiz-Garcia et al., 2016). [TonHBII cIUCOK MCCIIEAOBAHHBIX JKUBOTHBIX Mpe/ICTaBiIcH B Tabnwuie 5
(cm. [Ipunoxenue 2).

W3yudenHsblil MaTepuan OTHOCUTCS K cleayromuM komiekiusaMm: Naturhistorisches Museum
Wien (NMW), Bena, Asctpus; 3oomapk PocrtoBa-na-/lony (RZ), Pocros-na-/lony;
3oonoruueckuit uHcTUTYT PAH (ZIN), Canxr-IletepOypr; 3oonoruueckuii My3eii MOCKOBCKOTO
rocynapcTBeHHoro ynupepcutrera umenu M.B. JlomonocoBa (ZMMU), MockBa. B kauectBe
CPaBHHUTEIHLHOTO MarepHalia MCIOoJIb30Bajlach 0a3a IaHHBIX MO 53 0CO0sIM MAapPHOKOMBITHBIX, AJIS
KOTOpBIX paHee ObUIa M3y4yeHa MOABUKHOCTH BO BCEM IMPEIKPECTIOBOM OTJIE€ MO3BOHOUYHHUKA
(Belyaev et al., 20216, 2022a). Bce u3ydeHHble 0COOM MPEACTABICHBI B3POCIBIMU KUBOTHBIMU,
MOCKOJIbKY MOP(}OJIOTHS TIO3BOHKOB MOJIO/IBIX 0CO0€i He 10 KOHIA C(OPMHUPOBAHA M OTIMYACTCS
oT B3pocibix ocobeit (Benninger et al., 2006).

BONbIIMHCTBO M3Y4YEHHBIX HEMAPHOKOMBITHBIX (KaK W MapHOKOIMBITHBIX) IMPEICTaBICHBI
YKUBOTHBIMH, COJIEP’KaBIIMMUCS B HEBOJIE. JKU3Hb B HEBOJIE MOXKET OBITh CBA3aHA C YBEJIMYEHUEM
Yrciia MaToJIOTUH (BKITFOUAs MAaTOJIOTUU TIO3BOHOYHUKA) U M3MEHEHUSIMH B MOP(OJIOTHH KOCTEH
CKeJIeTa 10 CPAaBHEHUIO C )KMBOTHBIMU, >KUBIIMMU B qukoi npupoze (O'Regan & Kitchener, 2005;
Canington et al., 2018). Takum 00pa3zom, MoJly4eHHbIE B HACTOALIEM HCCIEIOBAHUE PE3YIIbTaThI
MOTYT JI0 HEKOTOPOW CTENEHM OTIMYAThCS OT JaHHBIX Ul T€X K€ BUJAOB, JKUBYIIHUX B JUKOU
pUpOJIE.

4.3 MeToauka

4.3.1 Ucnosab3oBaHHbIe (hopmy bl
Kak u B Hamem wuccienoBanud 1o mnapHokonblTHBIM (Belyaev et al., 20210),

MCIIOJIb30BaHHbIE Ul pacuyera (popMylibl ObUIM OTKAIMOPOBAHBI O in Vitro JaHHBIM JUISI OBELl,
ceuneit u xopoB (Wilke et al., 1997a, B, 2011). D10 CcBsA3aHO C TeM, YTO HHU JUIsI OJHOTO W3
HEMAapHOKOIBITHBIX, JaXe JUIs JOMallHed JIOomIagy, HET aHAJIOTMYHbIX [0 TIOJHOTE U
JIOCTOBEPHOCTH JAHHBIX i1 Vitro UCCIEI0BAaHUH MO MOBMKHOCTH I03BOHOYHUKA. VIcronbp30BaHue
JUIsL KaJIMOpOBKM MOJENIM JAHHBIX [N Vivo HCCIEOBaHUM TaKkkKe HEBO3MOXHO, MOCKOJIBKY Y
Jo1Iaiel TaKue UCCIIE0BAHUS MPOBOASATCS Ha OETOBOM TOPOKKE, YTO 3HAYUTEIHHO OIPaHUYMBAET
BO3MO)KHOCTH >KUBOTHOTO IPOJIEMOHCTPUPOBaTh MojgHbI UROM BO Bcex Tpex COCTaBISIONIIUX
nBkeHus (ocodenno B LB u AR). Ipsimoe cpaBHenue nanHbIx in vivo (Haussler et al., 1999,
2001; Faber et al., 2000, 2001a, b; Wennerstrand et al., 2009) u in vitro wucciaenoBanuii
(ITeutbimuyk, 1975; Townsend et al., 1983) nokassiBaet, yto ammuutyasl SB u LB uROM Bcerna
3HaYUTENbHO HIke, yeM aROM. Ota gucnponopuus Mexay uROM u aROM saBnsercs
apTe(akToM HKCIIEPUMEHTOB Ha OeroBoil nopoxkke. MakcuMaibHble aMIUIUTysl UROM Moryt

OBITh TIPOJEMOHCTPUPOBAaHbI JKMBOTHBIM TOJIBKO BO Bpems Oera, mnpebkkoB (SB) wu
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maneBpupoBanus (LB u AR) Ha npezene ero BO3aMOXXHOCTEH, YTO HEBO3MOKHO B SKCTICPUMEHTaX
Ha OEroBoil JOpokKe. B 1a0OpaTOpHBIX YCIOBHSIX TOJIBKO YEIIOBEK MOXKET MPOU3BOIHHO
MPOJAEMOHCTPUPOBATh HanOombIHe amMIuuTyasl UROM, d9Tto HEOOXOAMMO [Isi KOPPEKTHOTO
cpaBHeHnsa ¢ aROM. UMwmenHo 11 4enoBeka, pe3yJabTaTbl PA3TUYHBIX MEIULUHCKUX
HCCJICIOBaHUM OMOMEXaHHWKH TMO3BOHOYHHMKA ITOKa3bIBalOT, uTo 3HaueHus UROM m aROM B
ocHOBHOM cxoxu (Yamamoto et al., 1992; Panjabi et al., 1994, 2001; Wilke et al., 2017).

Hcnonp3oBanue omHuX M Tex ke kodpduumeHtoB s pacuera aROM y mapHo- U
HEMapHOKOIBITHBIX TaPAHTUPYET, YTO BCE MEKTPYIIOBbIE/MEKBUIOBBIC PA3IMYMUS B aMIUIUTYJaX
aROM, BbIBIICHHBIE B JJAHHOM HCCIIE€OBAHMH, CBSI3aHbI TOJBKO C FEOMETpPUEH MTO3BOHKOB U UX
CycTaBHBIX ToOBepxHOcTed. Mcmonmbsyemble Qopmynbl mpencraBieHsl B Tabmume 11. Crout
OTMETHUTH, 4TO (OopMysa, aJlanTUPOBAaHHAS IS pacdyeTa SB B MOSCHUYHO-KPECTIIOBOM CYCTaBe
napHokonbITHBIX (Belyaev et al., 2022a), He TOAXOIUT [JIs1 UCTIONIB30BAaHUS Y HEMAPHOKOIIBITHBIX,
MOCKOJIbKY y UCCIIETyeMbIX dKUBOTHBIX OTCYTCTBYET XOPOIIIO BhIpaXKeHHas 3adaceTouHas iMKa co
cronopamu. Takum o6pasom, SB aROM B nNOSICHUYHO-KPECTLOBBIX CyCTaBax Yy
HEMAPHOKOIBITHBIX HE MOXKET OBITh PACCUUTAH TAK K€ TOUYHO, KaK Y TAPHOKOIBITHBIX.

JITMHBI ¥ IponopIuK ObUTH U3MEPEHBI U PACCUMTAHBI TaKXKe, KaK OMUCcaHo B pazzaene 3.3.2

JJIA ITIAPpHOKOIIBITHBIX.

4.3.2 Tlpouenypa aHajau3a JaHHBIX
AHanu3 [aHHBIX COOTBETCTBYET ONMCAaHHOMY B pasgene 3.3.4. JlanHele 10

HENapHOKOMBITHBIM (n=29) ObUIM MNpoaHATM3UPOBaHBl B CPABHEHUM C JaHHBIMU IO
MapHOKOIBITHRIM (n=53).

Merton Xonbma-boHdpeppoHH HCTIONB30BANCS A KOHTPOJIS YPOBHS OLIMOOK MEXIy
IpynamMu KOMbITHBIX Tpu Hcnonb3oBaHuu ANOVA. Jlns onpesneneHus THIIa MECTOOOUTAHUS U
MUATAHUS WCTIONB30BAMUChH JuTeparypHbie gaHHbie (CokonoB, 1979; Janis, 1982; Wilson &
Mittermeier, 2011).

ITo knaccuduxanuu dpopm Oera ILI1. T'ambapsina (1972) Equidae oTHOCATCS K CKOPOCTHOM
dopme Oera, Rhinocerotidae k monytskenoit, a Tapiridae k TapanHoil. Onrcanue Bcex popm Gera

JlaHo B paznene 3.3.4.

4.4 XapakTepuCcTHKA MO3BOHOYHOIO CT0JI0A
(DOTOI‘pa(I)I/II/I IMO3BOHOYHEIX CTOJIOOB y 14 BUJI0B HCTIAPHOKOIIBITHBIX MPCACTABJICHBI OHJIaMH

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

Yucno mpenkpecTUOBBIX MO3BOHKOB Y HEMNApHOKOIBITHBIX CYIIECTBEHHO BBIIIE, YEM Yy
NapHOKOMBITHBIX (29-32 mpotus 25-27; cpennee 30,25 npotus 26,14) u3-3a O6onblIero 4ucia
rpyaHbIX 103BOHKOB (Tabmuma 25). KomuuecTBO MpeakpecTLOBBIX IMO3BOHKOB Yy JomIajeil B

cpenHeM Oosibllie, YeM y HOcoporoB u TamupoB (mean = 30,8 mpotuB 30,2 u 29,25) 3a cuer

123



00JbIIETO KOTMYECTBA MOSICHUYHBIX TTO3BOHKOB. [ py/1HOI OT/eN Y HeMapHOKOMBITHBIX COCTOUT U3
18-20 mO3BOHKOB, MOSICHUYHBIN — U3 3-6 mo3BoHKoB (Tabmuma 6 B [Ipunoxennn 2). Haubomnbiee
(20) xonMUYECTBO IPYAHBIX U HaUMEHbIEe (3) KOJIMYECTBO MOSICHUYHBIX MO3BOHKOB XapaKTEPHO
JUIsL HOCOPOTOB; HauOousblee KOIUYEeCTBO (6) MOSACHUYHBIX ITO3BOHKOB XapaKTepHO s
JOWAAUHBIX. [ pyIHOI OTAeN MO3BOHOYHOrO CTON0A Y HEMapHOKOMNBITHRIX (Puc. 26) BkitouaeT B
CpelHeM Ha MATh MO3BOHKOB Oonbmie (mean diff = 5,18), yem y mapHokonbiTHBIX. HarmpoTus,
KOJIMYECTBO MOSICHUYHBIX TO3BOHKOB Y HEMAPHOKOIBITHBIX B HAIIEH BEIOOPKE MPUMEPHO HA OJIH
MEHbIIIe, YeM Y TapHOKONBITHBIX (mean diff = 1,06). Y mapHokonbITHEIX urciio T cycTaBoB JHIIb
HeMHoro mnpesbimaer uucio RfL cycraBoB (mean 10,10 mpotuB 8,94, COOTBETCTBEHHO).
Hanporus, y HemapHokonbITHEIX uncio Tf cycraBoB (mean = 17,59) 3naunrensHo 6osnbiie (Z = -

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

Tabauma 25. YucioBble XapaKTePUCTHKH W MPOIMOPLIUU JUIMH IT03BOHOYHOTO CTOJ0a Yy
HEMAapHOKOMBITHBIX. N - KOJMYECTBO CKEJIETOB, MCCIECJOBAaHHBIX JMJI1 COOTBETCTBYIOILETO
W3MEPEHUS

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

C+T+L no3BoHKOB 29 28 32 30.17 .96 .001 Multiple Eq. f. przewalsii
T 1103BOHKOB 28 18 20 18.5 .69 .000 Multiple Multiple

L mo3BOHKOB 29 3 6 4.76 1.22 .001 Multiple Multiple

S IT03BOHKOB 25 4 7 5.4 91 .002 Multiple Multiple

Rf cycrasos 29 6 7 6.72 .46 .000 Multiple Multiple

Tf cycrasos 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 | 71,2 88,0 77,9 5,6 .000 Eqg. kiang D. bicornis
L/(T+L) (%) 29 [ 120 28,8 22,1 5,6 .000 D. bicornis Eg. kiang
TH(T+L) (%) 29 | 61,7 96,2 79,2 13,0 .000 Eq. f. caballus D. sumatrensis
RfL/(T+L) (%) 29 38 38,3 20,8 13,0 .000 D. sumatrensis Eq. f. caballus

YV HenapHOKOIBITHBIX JUTMHA MIEHHOTO OT/ENa 10 OTHOIIEHUIO K JJTMHE TYJIOBHUIITHONW YaCTH
no3BoHoyHuka (T + L + S) paznuuaerca B aBa ¢ monoBuHOU pasza (Tabm. 25). YV nomaguHbIx
OoTHOcHUTeNbHas JUnHa 1med (min = 40,9%, mean = 45,2%, max = 50,1%) mpakTudecku He
OTJMYAETCS OT CPETHEN JITMHBI IIIeH Y TApHOKOMBITHBIX (44,8%). [Tokazarenu momraneit HaXoasaTCs
MeXIy KpynmHbiMU aHTwionamu, Cervidae, m menkumu antuionamu (cpeanee 40,8%, 41,9% u
47,2%, cootrBeTcTBeHHO; Puc. 25). [Ipeacrasurenu cemeiictB Rhinocerotidae (min = 28,1%, mean
= 30,1%, max = 31,4%) u ocobenno Tapiridae (min = 21,5%, mean = 23,4%, max = 25%)

oOmanaroT oueHb KopoTkoit meeit (Puc. 29). OTHocuTeNnbHAS AJIMHA IIEU Y TAIIMPOB U HOCOPOTOB
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conoCraBuMa ¢ MHHHUMAQJIbHBIMHU 3HAQUCHUAMU CPE€AMW IAPHOKOIBITHBIX, TAKMMHU KaK Yy Suina,

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

Rhinoceros unicornis

Equus ferus
caballus

Puc. 29. leiinpiit otnen (C1-T1) y pa3nuuHbIX HENApPHOKOIIBITHBIX B BEPXHEM (a, B, [, K, U, JI) U
neBocTopoHHeM (0, T, €, 3, K, M) Buaax. (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); (1-m) Equus ferus caballus (ZMMU S-
102019). 13 Belyaev et al., 2023 ¢ u3MmeHeHUSIMHU.

JltiHa TPYIHOTO OT/IeNa MPEBBIIAeT JUIMHY TOSICHUYHOTO OT/elia B CpelHeM Ooiee ueM B
Tpu pa3za (Tabn. 25, Puc. 30). OTHOCHTENBHAS AMHA TOsiIcHUYHOM 00mactu y Equidae u Tapiridae
(mean = 26,3% u 21,3%, cooTrBeTcTBeHHO) cxonHa ¢ TakoBoil y Giraffidae u Hippopotamidae
(mean = 25,2% u 24,5%), KOTOpBIC MPEACTABISIIOT COO0OH MUHUMYM CpPEIH MApHOKOMBITHBIX,

nosicHu4Has oomacth y Rhinocerotidae eme kopoue (mean = 14,1%; Puc. 30).
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Equus asinus

Puc. 30. TynoBumnas 4yacth mno3BoOHOUHMKa (T1-S) y pa3inyHBIX HEHNApHOKOIBITHBIX B
JIEBOCTOPOHHEM (a, B, 1, X, M) U BepxHeM (O, T, €, 3, K) Bunax. (a-6) 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). 13 Belyaev et al.,
2023 ¢ U3MEHEHUSIMH.

[Tepexon ot Rf x Tf Tumy cycraBoB 3uranou3oB y HOCOPOTOB, Kak U Yy OOJBIIMHCTBA
MIAPHOKOIIBITHBIX, IOYTH BCEIAAa MPOUCXOAUT Ha IMEPBOM TIPyJHOM IO3BOHKE. Y Jomaned u
TalMpOB OH MPOHMCXOTUT Ha BTOPOM TIPYAHOM IO3BOHKE (3a MCKItoueHHueM mepexona Ha T1 y

Tapirus terrestris ZMMU S- 93416).
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[Tepexon ot Tt k RfL Tumy cycraBoB y Equidae mpoucxonut Ha npeanocientaem (y 13 u3 16
ocobeil) mm Ha mocnenneM (y 3 u3 16 ocoOeil) TpyIHOM TO3BOHKE. Y TalHUpOB U HOCOPOTOB
Nepexo/l MPOUCXOAUT JInO0 Ha mpeanocueanem (y 7 uz 13 ocobeit), mubo Ha mocienHeM (y 6 u3
13 ocobeii) mosicamaroM 1o3BoHKe (Tabnuma 6 B [Ipunoxkenuu 2). Takum 00pa3oM, y HEKOTOPBIX
TanupoB U HOCOPOTOB TOJIBKO MOSICHUYHO-KPECTIOBbIN cycTaB umeeT RfL Tun cycraBos.

Uucno Tf cycTaBoB y HEMapHOKOMBITHBIX 3HAYMTEIHHO BHINIC, YEM Yy MAPHOKOIBITHBIX
(mean diff = 7,49), a komuuectBo RfL cycraBoB 3HaunTenpHO HInke (mean diff = -4,01). Kputepuii
Kpackena — Yosunca yka3bIBaeT Ha CTaTUCTUYECKH 3HAYMMbIE PA3IMYUS MEXY Pa3TUYHBIMU
rpyHnamMy MapHo- U HeMapHOKOMBITHBIX B uncie Tf (x* = 69,840, p < 0,001) u RfL cycrasos (y* =
63,670, p < 0,001). AmnocrepuopHble MHO>KECTBEHHbIC CpaBHEHHUS IIOKA3bIBAIOT, 4YTO K
MOJMHOXECTBY ¢ HamOombmuM yuciioM Tf m HamMmeHpmuM uyncioM RfL cycraBoB oTHOCSATCS
Rhinocerotidae (Tf: mean = 20,75; RfL: mean = 1,38) u Tapiridae (Tf: mean = 20,25; RfL.: mean
= 2). 1o uucny Tf cycraBoB Equidae (mean = 15,2) 006pa3ytoT oTAeIbHOE MOAMHOXKECTBO MEXTY
MapHOKOMBITHBIME (cpenHee uncio T cycTaBoB, y KOTOPBIX BapbHpPYET B quamnazoHe ot 8,83 1o
12) u ocranpHbIMU HeTlapHOKONBITHBIMU. [To kommyectBy RfL cycraBoB Equidae (mean = 7,44)
HaxonsTcss Mexay Giraffidae (MuHHManbHOE cpeqHee 3HAYEHHE Yy MApHOKOMBITHBIX — 6,67) U
Bovini (mean = 7,86).

Baxneiimeir 0COOEHHOCTHIO MOSICHUYHOTO OT/EJIa HEMAPHOKOIBITHBIX SIBIISICTCS HATUYHE
MEXKIIOMIEPEYHBIX CYCTaBOB. ODTH CYCTaBBl O0pa3yrOTCS MEXIYy IONEPEYHBIMH OTPOCTKAMHU
Haubosee KayJaldbHBIX MOSCHUYHBIX MO3BOHKOB, a TAaKXKE B IMOSICHUYHO-KPECTIIOBOM CYCTaBe
MEXJy TONEPeYHbIMA OTPOCTKAMH TIOCIEIHET0 TMOSCHUYHOTO TIO3BOHKA M KpPECTILIOBO-
MIOJIB3/IONITHEIM CpaIieHHEeM. MeXIOoIepeuHbIe CYCTaBhI ISTAI0T MEKIIO3BOHKOBBIC CYCTaBbI O0Jiee
JKECTKUMHU ¥ MEHEE TMOJIBMKHBIMHU M YaCTO SBIISIOTCS MECTOM CPAICHHSI MEXTy MTO3BOHKAMH; Y
JOWIaIed ATH CpaIlleHUs] MPOUCXOAAT JOCTATOYHO YaCTO MEXIY MOCICAHUMH MOSCHUYHBIMU

MO3BOHKaMH U B PEIKHUX CIIy4asx B MOSCHUYHO-KPECTIIOBOM cycTaBe (Spoormakers et al., 2021).

4.4.1 CpameHust MexK1y NO3BOHKAMH
B omnnune ot mapHokonbITHBIX (Belyaev et al., 20216), y U3y4eHHBIX HEMApHOKOIBITHBIX

HaOmomaeTcss OONBIIOE YHCIIO CpalieHuH TMO3BOHKOB JPYr C JAPYrOM C TOJTHOM TMOTepei
noasuxHocTU (Puc. 31). [Ipuuem cpamienus ObulM OTMEUEHBI BO BCEX OT/AETIaX MO3BOHOYHOTO
croioa.

EnuHCcTBEHHOE cpalleHre B MIEHHOM OT/iesie ObLIO OTMEUEHO Y IIEHTPaTbHOAMEPHKAHCKOTO
tanupa (Puc. 31 a, 6). Cpaienue B cycraBe C2-C3 npou301u10 Kak 0 BEHTPAJIbHON CTOPOHE Tel
MMO3BOHKOB, TaK U BJIOJIb HEBPAJBHBIX IyT. THTEpECHO OTMETUTD, YTO y 3TOH 0COOM HAOIIOIACTCS
KOMIIEHCATOpHasi MOBBILIEHHAs MOJBHXKHOCTh B cieayromeM mieiiHom cycraBe. LB aROM B

cycraBe C3-C4 (27,6°) 3HaunTenbHO BhIIIE, 4eM B npyrux Rf cycraBax C4-T2 (19,2-22,7°), a SB
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aROM B stom cycraBe (15,3°) sBisiercst cambIM BBICOKUM B oTnenie Rf cycraBoB cpeam Bcex

HCCJIICAOBAHHBIX TAIIUPOB.

Puc. 31. CpameHusi B 03BOHOYHOM CTOJIOE Yy HEMApHOKONBITHBIX B OOKOBOM (a, B, T, €, M),
BEeHTpanbHOM (0, 1, 3, 1) U JopcaibHOM (K, K) Buaax. (a, 0) - C2-C3 y Tapirus bardii (ZMMU S-
102033); (B-1) - T3-T4 y Ceratotherium simum (NMW 3086); (e) - T5-T6 y Ceratotherium simum
(RZ N/A); (k, 3) - L5-L6 v Equus ferus przewalskii (ZMMU S-158572); (n) - T15-T16 y Equus
asinus (ZMMU S-74814); (x, n) - L5-L6 y Equus ferus caballus (ZMMU S- 106944). 13 Belyaev
et al., 2023 ¢ U3MeHEHUSIMH.

B otnene Tf cycraBoB cpamieHus OTMEYEHBl Y 00OMX HM3Yy4YE€HHBIX O€JIbIX HOCOPOTOB: Ha

BEHTPAJIBHON CTOPOHE TEJ MO3BOHKOB M BEPXHEW YAaCTH OCTHCTBIX OTPOCTKOB B cycTtaBe 13-T4
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(NWM 3086) (Puc 31 B-1) 1 B BHUIE OOJBIIOTO TPAaBMAaTHUYECKOTO HAPOCTa HAa BEHTPATBLHOMN
ctopone Ten mo3BoHKOB B T5-T6 (RZ N/A) (Puc 31 e). V Equus asinus (ZMMU S-74814)
OTMEYEHO OOLIMPHOE CPALEHUE MEXKY OCTUCTBIMU OTPOCTKAMM YEThIpEX KayJalbHbIX TPYIHBIX
1mo3BoHKOB (T15-T18) (Puc. 31 u).

B otnene RfL cycraBoB OblTM OTMEUEHBI CpallleHUs MKy MOMEpPeYHbIMU OTPOCTKAMHU B
cycrabe L4-L5 y kymana (ZMMU S-102029), mexay NONEpEeYHbIMH OTPOCTKAMU M Ha
BEHTPAJIBLHOMN CTOpOHE TeJ 103BOHKOB B L5-L6 y nmonu (ZMMU S-106944) (Puc. 31 k, 11), u MeXIy
nonepeyHbIMu oTpocTkamu B L5-L6 y momanu [IpkeBansckoro (ZMMU S-158572) (Puc. 31 x,
3).

Bonbiioe Konu4ecTBO MaToNOTHH B MEKIO3BOHKOBBIX CYCTaBaX MOMKET OBITH CBSI3aHO C
COJIEpKAaHUEM MCCIIEI0BAaHHBIX JKUBOTHBIX B HEBOJIE, OTCYTCTBUEM AKTUBHOCTU U BO3PACTHBIMU
usmeneHussMu (O'Regan & Kitchener, 2005; Gunji et al., 2014). Xo1s GOJIBIINHCTBO U3yUEHHBIX
HAMU TAPHOKOIBITHBIX TaKXe SBISIOTCS 300MaPKOBBIMHU KUBOTHBIMH, IS HUX XapaKTepHO
3HAUUTEIBHO MEHBIIEE KOJIMYECTBO CPALICHUM MEXAy IO3BOHKAMHM C IIOJHOM IOTEpe
noasuxHOCTU (y 7 u3 30 ocoOell HemapHOKOIBITHBIX, Y 3 U3 53 0co0ei MapHOKONBITHBIX ).

4.5 I1oaBUKHOCTH MO3BOHOYHOIO CT0/I02 Y HEMAPHOKONBITHBIX

4.5.1 Otnen Rf cycraBos
K-S Ttect mokaszan, 4To HOABMIKHOCTh B CycTaBax MIEHHOrO OT/ENa B HCCIEIOBAHHOM

BBIOOpKE HE UMeeT HopMasibHOTro pactpenenerus (SB: n=195,p=0,016; LB: n=169, p=0,004).
Koapdpunuent dumepa-Ilupcona (SB: -0,030; LB: -0,682) mokaszam, 4ro pacmpeneieHue
CKOIIIEHO BJIEBO, B CTOPOHY Oojiee HU3KUX aMIuIUTyl aROM (3a cuer TanupoB U HOocoporos). B
OTJINYME OT NAPHOKOMBITHBIX, 3Ha4eHUs1 aROM B cycTaBax 1IEHHOT0 OT/Ie1a Y HEMapHOKOIBITHBIX
pactipenenensl oyt paBHoMepHO (Puc. 32). Kpurepuii Kpackena — Yomnuca moxkasan, 4to
paznuuus B cpeqHux 3HaueHusx aROM B cycTaBax 1IeM pa3ivyaroTcsl CTaTUCTUYECKH 3HAYUMO
tosbko B LB aROM (SB: Xz =5,489, p=0,483; LB: x"=37,403, p <0,001). Hu onun 13 meTonos
arloCTEPUOPHBIX MHO)KECTBEHHBIX CPABHEHUI HE MO3BOJIAET BBIIEIUTH PA3IMYHBIE OJHOPOIHBIE
noMHOkecTBa cycTaBoB o SB aROM (min=11,1°, mean = 12,4°, max = 13,0°). [To ammutynam
LB cpeanue panru B cycraBe Mexxay mieeit u tynosuieM (C7-T1) u nepsom BHyTpurpyasHom (T1-
T2) cycraBe (LB: 57,98 u 37,43, cOOTBETCTBEHHO) CYyIIECTBEHHO HUXKE, YeM B CyCTaBaxX Ha
yuactke C2-C7 (LB: 91,93-108,17). AnocrepropHble MHOKECTBEHHbIE CPaBHEHUS BBIJCIISIOT JIBA
WJIM TPU OJTHOPOJIHBIX MTOJAMHOXKECTBA CPE/Id CycTaBoB IieitHoro otaena no LB aROM. Cycrassl
C2-C7 otHocsTcs K oArpyie ¢ 6onee Bbicokumu ammuintyaamu LB aROM (cpennue 3nauenus
BapbupytotTcs ot 26,9° no 29,3°), cycraBel C7-T2 oTHOCATCS K MOArpymne ¢ 0ojee HU3KMUMHU

3HadeHusiMu LB aROM (cpennue 3nauenus 24,2° u 21,7°) (Puc. 32 6).
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Puc. 32. W3smenunBocth amriutyn aROM (amama3oH OT MakcMMyMma [0 MHHUMyMa) B
MIPEAKPECTIIOBBIX CYCTaBax y HeMapHOKOMBITHEIX. () SB aROM; (6) LB aROM; (B) AR aROM.
Ocp abcmucc rpaaydpoBaHa MO HOMepaM cycTaBoB. [[ns cpaBHeHwms, nmama3zoHsl aROM
MIAPHOKOITBITHBIX ITOKA3aHbI B BUJIE CePBIX MOMroHoB. M3 Belyaev et al., 2023 ¢ uameHeHUsIMHU.
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VY nomaneit u 60apIMHCTBA TAaUPOB (4 U3 5 0coOeit) nepBbiid BHYTpUTpyaHO# cycTa (T1-
T2) umeer Rf tunm 3urano¢uzos. t-tect CThIOAEHTA /I HE3aBUCUMBIX BBIOOPOK TOKA3aJl, YTO
cpenauii aROM B cycraBe T1-T2 y 3Tux ocoOeil Jomageii U TamupoB HECKOIBKO HUXKE IO
CpaBHEHHUIO ¢ cycTaBoM Mexay meerd u TynoBuieM (C7-T1) kak B SB (mean diff = -2,6°, t = -
2,707, p =0,010, 95% CI: ot -4,5° no -0,6°), Tak u B 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
CymmMmapunsiii SB aROM B otnene Rf cycTaBoB y HEmapHOKOIBITHBIX pa3inyaercs 6oiee yem

B nBa paza (Tabmuma 26). U-tect ManHa-YUTHH TOKa3biBaeT, yTo cyMMapHbiii SB aROM vy
HEIAaPHOKOIBITHBIX CTATUCTUYECKH HE3HAYUMO HIXKE, 4YeM y mapHOKonbITHBIX (U =597, p =0,096,
mean diff = -10,2°). Kpurepuit Kpackena — Yomuca moka3siBaeT CTaTUCTUYCCKU 3HAYUMBIC
pasauuMs MeXAy TpyNIaMM NapHO- W HEHNapHOKOHBITHEIX (x° = 63,50, p < 0,001).
AniocTepropHbIe MHOKECTBEHHBIE cpaBHeHHs BbInemssoT Rhinocerotidae (57,4°) m Tapiridae
(66,6°) B moaMHOXkecTBO ¢ cambiM Hu3kuM SB aROM; cymmapssiii SB aROM y cBuneii,
0ereMoTOB U OBIYBMX HECKOJBKO BbIIe (cpemanee 74,3°, 75,5° u 80,3°, coorBeTcTBeHHO; Puc. 33
a). Y Equidae cymmapnast amruintyna SB aROM B mieitHOM oTjiesie BBIIIe CPETHETO JIsl KOMTBITHBIX
(mean = 101,7°) u HaxXomuTCsS HA ONHOM YpPOBHE C KpPYNHBIMH aHTHionamu, Tragulidae u
Tayassuidae (cpeanee 94,8°, 101,1° u 105,0°; Puc. 33 a). Oto 3ameTHO HIXKe, yeM y Camelidae u

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

4.5.1.2 Amnaumyoa LB aROM
Junanaszon cymmapsoro LB aROM B otaene Rf cycraBoB paznuuaercs y HEMapHOKOIBITHBIX

Oonee yem B /1Ba pasa (Taom. 26). U-tect ManHa- YUTHU nTOKa3bIBaeT, 4To cymmapHbeiii SB aROM
y HETapHOKOIIBITHBIX CTATUCTHUYECKU 3HAYUMO BbIIIE, YeM y napHoKonbITHBIX (U =347, p= 0,001,
mean diff = 28,38°). Kputepuit Kpackena — Yomiuca ykas3plBaeT Ha CTaTUCTHUECKU 3HAYMMBbIE
pasnuuus MeXIy TIpylnaMM [apHO- M HEMapHOKOMBITHBIX (x> = 62,472, p < 0,001).
ATmocTepropHbIE MHOXKECTBEHHBIE CPaBHEHMS IEMOHCTpUPYIOT, uTto Tapiridae u Rhinocerotidae
(mean = 136,7° u 143,7°) umeror cpeqHue s KOMBITHBIX aMILTUTYIbl cyMMapHbix LB aROM,
cxoznnble ¢ Bovini (mean = 150,1°; Puc. 33 6). 3ametHo 6onee Huszkuit LB aROM xapakrepen s
Hippopotamidae u Suina (mean = 119,1° u 123,8°). B cpennem no cymmapaomy LB aROM
Equidae ycrtymaror Tombko xupadam (mean = 205,4° mporuB 246,5° y Giraffidae). Crour
OoTMeTuTh, uTo Equidae nmeror takoe ke konuuectBo Rf cycraBos, kak u sxupadsl (7), 1 Ha OIUH

Rf cycraB Gomnbinie, yem OONBITMHCTBO KOMBITHBIX, BKItodast Camelidae.
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Puc. 33. TlogBUKHOCTB B IEHHOM OT/€/I€ Y HEMAPHOKOIBITHBIX B CPABHEHUH C ITAPHOKOIIBITHBIMU.
(a) SB aROM; (6) LB aROM. Ilo ocu abcriucc mpeacTaBieHa OTHOCUTENbHAS JUTMHA [IEH Kak
otHomeHue (%) AMUHBI IIeW K JAJUHE TYJOBHUIIHOM 4acTu mo3BoHowyHuKa (T+L+S). ITo ocu
Op/AMHAT IpejCcTaBlIeHa cyMMapHas noaBmxHOCTh (°) B Rf cycraBax. 3a Touky nepeceueHus ocei
B3SIThI CPE/IHUE 3HAUCHMS ISl BCEX M3YUYEHHBIX BUJOB MApHO- U HEMAPHOKOIBITHBIX (JIJTMHA IIEH
41,7%; cymmapueiii SB aROM 90,1°;, cymmapueiii LB aROM 155,5°). LlBer yka3biBaeT Ha
TakcoHoMuYeckyto rpymnmy: Equidae (kpachsit), Rhinocerotidae (cunuit), Tapiridae (3eneHslit).
CepbIMH Kpy>KKaMU OTMEUEHBI TaHHBIE JUI TapHOKOMBITHBIX (Belyaev et al., 20216). 13 Belyaev
et al., 2023 ¢ U3MEHEHUAMU.

4.5.1.3 Amnaumyoa AR aROM
Junanazon cymmapHoro AR aROM y HenmapHOKONBITHBIX HaxonuTcs B npeaenax 25° (28.6-

50.8°) (Tabnuma 26, Puc. 32B). t-rect CThIONEHTA ISl HE3aBUCUMBIX BBIOOPOK IMOKA3bIBACT, YTO
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cymMapHbii AR aROM y HenapHOKONBITHBIX CTaTUCTUYECKH 3HAYUMO BBIIIE, YEM Y
napHOKombITHBIX (mean diff = 5,0°, t = 3,348, p = 0,002, 95% CI: 2,2 — 8,0°). ANOVA yka3biBaeT
Ha CTaTHUCTUYECKU 3HAUMMYIO pa3Huily B cyMMapHoM aROM B pa3nuyHbIX rpymnnax napHo- U
HenapHoKonbITHEIX (F = 7,994, p < 0,001). AnoctepuopHbie MHOXECTBEHHBIE CpPaBHEHUS
yKka3bIBaroT, 4To Yy Equidae cymmaphsbie 3HaueHuss AR aROM HECKOJIBKO BBIIIIE, YEM Y BCEX JIPYTUX

KOMBITHBIX (mean = 43,8°).

Tao6auma 26. aROM B otnene Rf cycraBoB mo3BoHOYHOTO cTOI0A Y HEMAPHOKOIBITHBIX

Tepenecrmas N Mun Maxkc Cpenn SD (9) K-S test Bun

© (@) © (P) Mun Makc
SB cpemn 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 cpemn 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 — CPEIHssL

4.5.2 Otpnen Tf cycraBos
t-rect CThIOAEHTA Ul MApHBIX BBIOOPOK IOKa3bIBaeT, YyTO cpeaHue 3HaueHuss aROM B

CycTaBax KpaHHAJLHOM MOJOBHHBI oT/eNa Tf cycTaBOB HE HAMHOTO, HO CTAaTHCTHYECKH 3HAYMMO
npeBocxomaT aROM B kaymganbHOW ITOJIOBHHE JTOTO OT/AETa BO BCEX TPEX COCTABISIOIINX
nofasrxkHOCTU (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 ornene Tf cycraBoB pasmuuaercs y

HETMapHOKOIBITHBIX MeHee 4eM B nBa pasa (Tabmumna 27, Puc. 32 a). Kpurepuit Kpackena —
Yomnuca ykas3blBaeT Ha CTAaTUCTHMYECKH 3HaunmMble paznuuusd SB aROM B kaynanbHON vacTu
IPYZHOTO OT/eda MexkIy TpyHIaMH IapHO- U HeMapHOKOMBITHBIX (x° = 41,500, p < 0,001).
Cpennue 3nadenus SB aROM B kaynanpHOM yactu rpyaHoro otaena y Equidae u Rhinocerotidae
(mean = 4,5° u 4,6°) sBISAIOTCA CaMbIMU HU3KHMHU CPEIU BCEX CEMEMCTB M3YUYEHHBIX KOMBITHBIX.
s cpaBHeHus1, HanOombInuit cpeauuit SB aROM B kaynanbHO# nonoBuHe otaena Tf cycraBos
xapaxtepeH Juisi Tragulidae (mean = §,2°).

ANOVA noxka3biBaet, 4to cymmapHbiii SB aROM B rpynnax mapHo- U HEMapHOKOIBITHBIX
paziunyaercs craructudyecku 3HaunMo (F = 22,897, p < 0,001). Rhinocerotidae u Tapiridae (mean

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



aROM. Equidae (mean = 75,7°) 3ameTHO ycTymaroT nmo cymmapaomy SB aROM wu nHaxopsTcs

ommke Becero kK Bovini (mean = 65,5°).

Ta6auua 27. aROM B otnene Tf cycTaBoB y HENMapHOKOIBITHBIX
Ilepemennas

N Mun Makc | Cpexu [SD (°) | K-S test Bun
©) ©) © ® Mun Maxkc

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

. sondaicus

SB cym 21 65,2 123,3 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 11691 | 259,1 | 203,56 | 28,47 ,200 E. grevyi . sondaicus

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

o | |W (D |DW |

AR cym 17 | 1636 | 250,2 | 196,61 |27,36 ,161 E. grevyi . sondaicus

4.5.2.2 Amnaumyoa LB u AR aROM
Kak cpennue, Tak u cymmapueie LB u AR aROM B otaene Tf cycraBoB paznuuarorcs y

HEMapHOKOMBITHBIX B monTtopa pasza (Tabmuma 27). U-tect MaHHa-YUTHH TOKa3bIBAaeT, YTO
cpennue 3HadeHus LB 1 AR aROM B Tf cycraBax y mapHO- U HEMIaPHOKOMBITHBIX PAa3IMYaIOTCS
craructnyecku HezHaunmo (LB: U = 321, p = 0,161; AR: U = 335, p = 0,276). KomnuectBo Tf
CyCTaBOB Y HEMAPHOKOIBITHBIX 3HAYUTEJIbHO MPEBBIIIAET TAKOBOE Y NAPHOKOMBITHBIX BCIEACTBUE
yero cymmapHbie LB u AR aROM y HenapHOKOMBITHBIX B cpeHeM Oosee yeMm Ha 80° Bblille, 4ueM
y mapHOKonbITHBEIX (LB: t = 14,469, p <0,001; AR: t = 14,755, p < 0,001).

4.5.3 IlosicHu4Has 00/1aCTh, BKJIIOYasl MOSICHUYHO-KPECTLHOBbINA CYCTaB

4.5.3.1 Amnaumyoa SB aROM
Cpennue ammutyasl SB aROM B nosicHuuHOM 00651acTH (BKITIO4Ast HOSCHUYHO-KPECTIOBBIN

CyCTaB) Y HEIapHOKOIBITHBIX Pa3JIMYaloTCs B JIBa pa3a, cymmapHelii SB aROM nemoHcTpupyer
Oonee uem TpexkparHbii pasmax (Tabmuma 28). ANOVA mokassiBaer, yto SB aROM B
HNOSCHUYHOW oO0NacTu (BKJIIOYash MOSCHUYHO-KPECTLOBBIM CycTaB) B TIpylmax HapHO- H
HENapHOKOIBITHBIX 3HAUUMO OTIM4aeTcs kak no cymmapsbsm (F = 17,994, p < 0,001), Tak u no
cpenaum 3HadeHusiM (F = 6,583, p < 0,001). AnoctepuopHbie MHOXKECTBEHHBIE CPaBHEHUS
YKa3bIBaIOT, YTO BCE TPU CEMENCTBA HETAPHOKOIBITHBIX TPUHAIJIEKAT K IOAMHOKECTBY C CAMBbIMU
HU3KUMH cpeqHumu amrumutygamu SB aROM (cpennue Bapbupyot ot 7,1° mo 7,7°) BMecte ¢
TaKUMHU KPYITHBIMH TMapHOKOMBITHBIMU, Kak Giraffidae, Bovini m Hippopotamidae (cpemxnue
BapbUpytoT 0T 7,5° 10 8,4°; Puc. 32). Cymmapnsiii SB aROM B nosicHUYHOM OT/iej1e Tak)Ke HU30K,
pUYeM HOCOPOTH XapaKTEePU3YIOTCS CaMbIMU HU3KUMHM 3Ha4eHUsAMH (mean = 29,6°) cpenu Bcex
U3YUYCHHBIX MapHO- U HEMapHOKOMBITHBIX. [losICHUYHBIN OTHen y TanupoB B cpeaHeMm Ha 10°
MOJBMXKHEE, ueM y HocoporoB u 0nu3ok k Giraffidae u Hippopotamidae, 17151 KOTOpbIX XapakTepHbI

MUHUMaJbHbIE cyMMapHble 3HaueHus: SB aROM B nosicHu4HOM OTzese cpeld MapHOKOIBITHBIX
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(cpennee 3nauenust 42,2° B o0oux cemerictBax). Equidae B cpenrem Ha 10° nmpeBocxonsat Tapiridae

U UMEIOT Takoi ke cymmapHbsiii SB aROM, kak u Ob1ubu 1 B cpeieM Ha 10° ycTynaroT KpyImHbIM

antunonam (Puc. 34).

Ta6auua 28. aROM B nosicHUYHOM OT/ieie TO3BOHOYHOT'O CTOJI0a Y HEMapHOKOIBITHBIX

Ilepemennas
N |Mun (°) |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 cpenn | 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 cpemn | 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. CarutranbHas IOIBHKHOCTh B MOSICHUYHO-KPECTIIOBOM OT/IEJIE Y HEMTAPHOKOIBITHBIX B
cpaBHeHHE C TapHOKOMBITHBIMH. [lo ocu abcmucc mpencrtaBieHa aOCOMIOTHAs UIHMHA (CM)
TynoBuITHOW 4actu mo3BoHouHWKA (T+LA+S). Ilo ocu opaumHar mpencraBieH cymmapHbii SB
aROM (°). 3a Touky mepecedeHus: ocel B3ATHI CPEIHHUE 3HAYCHUS ISl BCEX M3YYCHHBIX BUJIOB
MapHO- U HEMapHOKOMBITHBIX (cpemuss mmHa T+L+S 101,3 cm; cymmapasiii SB aROM 55,7°).
[{BeT Kpy>KKOB yKa3bIBaeT Ha TAKCOHOMHUYECKYIO TpyITy, kak Ha Puc. 33. U3 Belyaev et al., 2023

C UIBMCHCHUSIMU.
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t-tect CThIOIGHTA I TTAPHBIX BEIOOPOK MOKA3bIBACT, YTO cpeaHue aMminTyasl SB aROM
B MOSCHUYHBIX Tf cycraBax y TamupoB ¥ HOCOPOTOB 3HAYUTEIIHHO BBINIEC, YeM B KayJalbHOU
nonoBuHe TpyaHbIX Tf cycraBoB (n = 11, mean diff = 1,4°, t=3,82, p = 0,003, 95% CI: 0,6° - 2,1°)
(Puc. 32a).

t-tect CThIOZICHTA /U1 HE3aBUCUMBIX BBIOOPOK TOKa3bIBaeT, 4To cymMmMapHbii SB aROM B
nosicHuuHoW oOmactu 'y Equidae 3HauMTenbHO HIDKE, YeM Yy MAapHOKOIBITHBIX, KOTOpbIE
UCIIONB3YIOT CKOPOCTHYIO (popmy Oera (mean diff = -12,7°, t = -3,264, p = 0,007, 95% CI: or -
21,3° mo -4,2°), Tapiridae umeror 3HauMMoO Oojiee HU3KHI cymmapHbelii SB aROM, dem
UCIOJIB3YIOIIME TapaHHyto popmy Oera Suina (mean diff = -19,7°, t =-3,970, p = 0,003, 95% CI:
-30,7° mo -8,6°), m Rhinocerotidae nmeror 3HaUMTEIHHO OOJNiee HU3KMIM cymmapHbIi SB aROM,
YeM HCITOJIB3YIONIHUE MOy TsDKeIyto hopmy Oera Bovini (mean diff = -20,8°, t =-6,762, p = 0,000,
95% CI: -27,5° no -14,2°).

Cymmapuseiii SB aROM B otaene RfL cycraBoB CuiibHO paznuyaeTcs M3-3a pPasHUIIBI B
xonuuectBe RfL cycraBoB. M3-3a cokpamienHoro uucina RfL cycraBoB (1-2), cymmapusiii SB
aROM y Rhinocerotidae (mean = 12,7°) u Tapiridae (mean = 20,6°) 3HAYUTEIIBHO HIKE, YEM Y
J1000T0 U3 MApPHOKOIBITHBIX (MUHUMabHBIA SB aROM xapakrepen ans Giraffidae mean = 49,8°).
Cymmapusiii SB aROM y Equidae (mean = 56,4°) nemuoro npeBocxoqut Giraffidae u Ommxe
Bcero kK Bovini (mean = 58,8°). UnTepecHO OTMETHTH, 4T0 HauMeHbInas cpeaasss SB aROM B RfL
CyCTaBax CpeJl BCEX MCCIIET0BaHHBIX KOMBITHBIX XapakrepHa A nonu (ZMMU S-106944, mean

=5,2°) u obeux uccnenoBaHHbIxX nomazaeit [IpxxeBansckoro (mean = 5,8° u 5,9°).

4.5.3.2 Amnaumyoa LB aROM
Cpennnit LB aROM B nosicHnuHoM 061acTu (BK/I0Yast MOSICHUYHO-KPECTIIOBBIN CYCTaB) y

HEMapHOKOIBITHBIX pa3jinyaercs Ooyiee yeM B JABa pasza, cymmapHblii LB aROM paznuuaercs
MeHee 4yeM B Ba pasa (Tabnuma 28). ANOVA nokassiBaet, uto LB aROM B nosicanuHo# o0nactu
B IPYIIax MapHO- M HETTAPHOKOIBITHBIX CTATUCTUYECKU 3HAYUMO OTIIMYAIOTCS KaK 110 CyMMapHBIM
(F=7,809, p <0,001), Tak u mo cpequaum amruiurygam aROM (F = 5,141, p <0,001). {ns Equidae
XapakTepHbl camble HU3kHe cpenHue amruTyasl LB aROM B cycraBax mosiCHUYHON 001acTH
(mean = 8,6°). B To Bpems kak Rhinocerotidae (mean = 46,8°) xapakTepu3yroTcsi CaMbIM HU3KUMU
amrmutynamu cymmapaoro LB aROM B mosicHuuno#l oGmactu, ux cymmapueii LB aROM
conoctaBuM ¢ Hippopotamidae (mean = 45,2°). Cymmapubiii LB aROM y Equidae u Tapiridae
(mean = 57,3° u 57,7°) HECKOIBKO BBIIIE, YeM Y HOCOPOTOB U HaxoauTcs Ha ypoBHe ¢ Giraffidae
(mean = 56,7°).

4.5.3.3 Amnaumyoa AR aROM
Cymmapnsbiii AR aROM y Equidae (mean = 15,3°) 6au3ok k Suidae, Cervidae u Caprinae

(cpemnee 13,3° 16,0° u 17,6°, coorBerctBeHHo). Y Rhinocerotidae u Tapiridae, Gmaromaps
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Hanuuuio Tf cycTaBOB B MOSICHUYHOM 00sacTu, Kak cpeanue (6,6° u 7,7°, COOTBETCTBEHHO), TaK U
cymmapssie (33,3° u 36,1°, coorBercTBeHHO) 3HaYeHHSI aROM B OSICHUYHOW 001aCTH SBISIOTCS
CaMBbIMH BBICOKUMH CPE/IA KOTIBITHBIX.

4.6 Pernonajim3anus 1o3BOHOYHOIO CT0JI0A Y HENIAPHOKOIBITHBIX

4.6.1 Hepexou OT PAAHAJIBHOI0 K TAHI'CHIUAJTBHOMY THUITY CYCTAaBOB
[Tourn Y BCE€X IMAapHOKOIIBITHBIX IIEPEXOd OT paaualbHOTO K TAaHICHIHAJIBHOMY THILY

3uranou3oB MPoucXoauT Ha nepBoM rpyaHom no3Bonke (T1) (Belyaev et al., 20216). Oto xe
CIIPABETMBO ISl HOCOPOTOB, HO Y JIOIIAJIEH U TAaUpPOB ATOT MEPEXOJl MPOUCXOTUT HA BTOPOM
rpynHoM mo3BoHke (T2), u3-3a 4ero y 3Tux HemapHOKOMBITHBIX cycTaB T1-T2 umeer Rf tum
suranopu3oB. MeXmo3BOHKOBBIN AUCK B cycTaBe T1-T2 y nmomamiHel Jiomaau B cpeaHeM Oosee
4YeM B JIBa pasa TOJIIIE, YeM B OCTAIbHBIX IpydHbiX cyctaBax (Townsend & Leach, 1984). Kak
pesynbrat, SB aROM B cycrase T1-T2 y nomazeit 0osiee uem B TpH pasa BhIIIE, YEM B OCTAIBHBIX
rpyaabix cycraBax (Townsend et al., 1983). Ananoruunas cneuunanu3zanus cycraBa T1-T2 Obuta
noka3ana juist xupada (Gunji & Endo, 2016). [lonyueHHble B HallleM HCCIEIOBAaHUU JTaHHBIC
(Belyaev et al., 2023) mokaspiBatot, 4T0 cyctaB T1-T2 y HEMapHOKONBITHBIX B CPEAHEM JIUIIH
HEMHOTo MeHee mojaBrkeH B SB, uwem apyrue Rf cycraser (Ha 1,9-3,0°) u 3HaumtensHO Ooliee
noJBHXeH, ueM rpyaasie Tf cycrasol, HaunHast ¢ T2-T3. LB aROM B cycrase T1-T2 B cpennem
Ha 2,4° HUXKe, 4YeM B COeTMHEHHH 11eu ¢ TynoBuiieM (cycraB C7-T1), u Ha 5,2-8,5° Beiile, 4eM BO
BHYTpUTpyAHBbIX cycTaBax (Puc. 32 6). Crienmanusaius nepBoro rpyiHoOro cycrapa o0ecrneunBaeT
Iee JIOMIAJCH JOMOJHUTEIIBHYIO MMOJBIKHOCTh KaK B CAarMTTAIBLHOW, TaK U B TOPU3OHTAIBHOMN

IIJIOCKOCTH, AcJasd €€ CIIC Ooiee IMOABUKHBIM MAHUITYJIITOPOM.

4.6.2 Ilepexox OT TAHIEHIMAJIBHOIO K 3aMKOBOMY THILY CYyCTaBOB
Y NmapHOKOMBITHBIX KayJalibHasi 4acTh IPYAHOTO OT/AENa XapakTepusyercs nepexoaom ot Tf

Kk RfL tuny cycraBos 3urano¢uzon (Belyaev et al., 20216). B omnune oT mapHOKONBITHBIX, Y
HENapHOKOIBITHBIX Kay/lajbHas 4acTh TPYAHOIO OT/eNa coxpaHseT Tf cycTaBbl, 3a UCKIIOUEHUEM
HekoTopelx Equidae, y KoTOpbIX MMeeTcs oiuH Haumbosee KayqanbHbli rpynHoil RfL cycras. ¥V
HOCOpOTOB M TamMpoB HMeeTcss aumb Heckoibko RfL cyctaBoB (B cpemnem 1,38 u 2,
COOTBETCTBEHHO), y 3KBUA — 6-9 RfL cycraBoB, y pa3iauuyHbIX HapHOKOMBITHBIX — 6-12 RfL
cycTtaBoB. Y paHHedo1ieHOBOTO Arenahippus grangeri (UM 115547; panee Hyracotherium
grangeri) nepexop ot Tf k RfL cycraBam npoucxoaut va T15 (Wood et al., 2011), Takum o6pasom,
JUIs 3TOTo HKBoM 1A ObLT0 XapakTepHo 10 RfL cycraBoB. DT0 yka3bIBaeT Ha TO, UYTO 3HAYUTEIILHOE
ymenbiienne uyucna RfL cycraBoB B momb3dy Tf cycTaBoB, BeposATHO, SIBISETCS BTOPUYHO
BO3HUKILIEH B XOJI€ SBOJIFOIIMA OCOOEHHOCTHIO HOCOPOTOB U TaIlUPOB.

Cpenu HEMapHOKOIBITHBIX CYCTaBbl 3WUTAO(PHU30B B TOSCHHYHOM oOTAene umeroT U-

o0Opa3Hblif BUJ B TpaHCBepcanbHOU mockocTH (RfL Tum) Tonbko y mpeacraButeneit ceMeicTra
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Equidae (Puc. 35 g1, e¢). Mopdomorus “3amkoB” y Equidae oueHb mpocTasi Mo CpaBHEHHIO C
TaKOBOW Yy TAPHOKOMBITHBIX: MpPe3Urano(u3bl MOTHOCTHIO JIMINEHBI JOPCAIBHBIX TPEOHEH,
OXBATHIBAIOIIUX MOCT3UTAMO(GU3BI MPEABIYIIETO MO3BOHKA y MAapHOKOMBITHBIX (Puc. 35 x-m).
Bonee Toro, Mopdoiorus 3aMKOB y COBPEMEHHBIX JIOIIAJWHBIX YIPOUICHA [0 CPAaBHEHHUIO C
najgeoreHoBbIM A. grangeri (cm. Puc. 8 B Wood et al., 2011). Mopdosnorus 3uramnopus3oB B
MOSICHUYHOM OTJIeNIE Y TAallUpPOB W HOCOPOTOB elie 0oyiee MPUMUTHUBHAS, Y€M Y COBPEMEHHBIX
Equidae. Tak, y Tapiridaec u Rhinocerotidae Tobk0 HECKOIBKO CaMbIX KaydaJIbHBIX IMOSICHUYHBIX
CYCTaBOB XapaKTepu3ytoTcsi V-00pa3HbiM mi U-00pa3HbIM BUIOM Ha TPAHCBEPCATHLHOM CEUCHUH
(Puc. 35a-r), B To Bpems Kak OOJBIIMHCTBO TMOSCHUYHBIX CyCTaBOB MMeErOT Tf-Tum QaceTox
suranodu3oB. Takum 00pa3zoM, cpeiar HEMAPHOKOIMBITHBIX TOJIHKO MPEACTABHTEIN CEeMEHCTBa
Equidae oGmamaror RfL cycraBamm Bo Bceit mosicamunoit obmactu (Puc. 35). Hanmmume RfL

CyCTaBOB IIPAKTUYCCKU ITIOJIHOCTBIO UCKITFOYAOT AR B MOJIb3Y SB, H€O6XOHHMOﬁ JUIA rajoIia.

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 RfL cycraBax y pa3nnyHbIX KONBITHBIX: Buj c3zagum Ha
nocT3urano@usbl KpaHHAJIBHOTO TO3BOHKA B mape (a, B, M, K, WU, J) U BHJ CIEpeAH Ha
COOTBETCTBYIOIIME TMpe3uranodu3bl KayqaabHOTo Mo3BOHKA B mape (0, T, €, 3, K, M). [Ipumepsl
MOKa3aHbl B MOCIEA0BATEILHOCTH HAPACTAHMS CJI0KHOCTH M KECTKOCTH “3aMKa’. (a, 0) 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, k) Phacochoerus
africanus (ZMMU S-171945); (11, m) Ovibos moschatus (ZMMU S-135832). 13 Belyaev et al.,
2023 ¢ U3MEHEHUSIMH.

4.7 OyHKUMOHAJIbHBIN AaHAJIN3 IIEHHOI0 0TAEeA Y HENAPHOKONBITHBIX
e Y MJICKOIIUTAIOINUX SABJIACTCA OCHOBHBIM MAaHHUITYJIATOPOM JJIA BSaHMOJIGfICTBHSI Cco

cpenoit oOMTaHMs M BBINOJIHSET Ty K€ (YHKIHIO, 4TO M pyka y uenoBeka. LlleWHbrid oTnen

ABJsIeTCs HanboJee MoBMKHOM 00acThI0 MPEKPECTLOBOrO oT/Iena ciuHbl o SB u LB aROM.
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Cpennue 3nauenust SB u LB aROM B Rf cycraBax (12,4° u 26,9°, cOOTBETCTBEHHO) 3HAYUTEITHHO
npeBbimaoT noasmxkHocTh B T (5,0° u 11,5°, coorBerctBenno) u RfL cycraBax (8,4° u 9,3°,
cootBeTcTBeHHO) (Puc. 32 a, 6). [Ipuuem cpennuii LB aROM (26,9°) B Rf cycraBax Gonee uem B
nBa pasza mnpesbimaer cpenauii SB aROM (12,4°). YV mapHOKOMBITHBIX 3Ta JUCHPOIOPIHUS B
cpennem HIke (25,0° mpotus 15,3°) (Belyaev et al., 20216). BeposiTHO, 3TO CBS3aHO C MEHBIITUM
pamuycom sarepanbHO (Ria) u Oonpmmm pamuycom caruttanbHOW THOKOCTH  (Ryer),
OTHOCHUTEJIBHO pa3MepoB (haceToK 3Urarno(u30B y HEMAPHOKONBITHBIX, 0 CPAaBHEHHIO C
MapPHOKOIIBITHBIMHU.

VY NapHOKOMBITHBIX JJIMHA MIEHHOTO OTela OTHOCUTENIbHO JUIMHBI TYJIOBUIIHOM YacTu
MO3BOHOYHMKA paznuyaercs moutd B mecTh pa3 (Belyaev et al.,, 20216). ¥ coBpeMeHHBIX
HETIAPHOKOIIBITHBIX, HAIPOTHB, CYIIECTBYET TOJBKO JBE MOP(OIOTHUECKHE TPYIIBI MO JTHHE
mren (Puc. 33; cM. dororpaduu no3Bonounukos B Belyaev et al., 20226). OtHocuTenbHas JIMHA
Hied y TalmupoB M HOCOPOTOB COMOCTaBMMa C MUHUMAJIbHBIMU 3HAUEHUSIMHU Cpeau
MAPHOKOITBITHBIX, KOTOpPhIe XapakTepHsl s Suina, Hippopotamidae u Tragulidae. ¥ Equidae
OTHOCHUTEIIbHAS JUTHHA IIEW HAXOTUTCS Ha CPETHEM YPOBHE JIJIsl TAPHOKOIBITHBIX M OJIFKE BCETO
k anuHe meu y Cervidae, kpynHbIX ¥ Menkux aHTwion (mean ot 40,8 no 47,2%). BepositHO
VUIMHEHUE I KOMIIGHCUPYET YAJWHEHHE KOHEYHOCTEH, MO3BOJSAA COXPAaHUTh CHOCOOHOCTH
KOPMUTHCS ¥ IMATh HA YPOBHE 36MJTU TIPU BHITIPSIMIICHHBIX HOTAX.

Haunnbie X. Kineiiton u X. Tayncenna (Clayton & Townsend, 1989a, 6) moka3siBaroT, 4To
CYIIIECTBEHHAs YacTh MOABMKHOCTH IIEWHOTO OT/eNa CKOHIIEHTPUPOBAHA B IBYX CHHOBHAJIBHBIX
CyCTaBax: CyCTaBe MEXKy 3aTbUIOUHOM KOCTBIO U aTJIAaHTHOM, a TaKXke aTJIaHTOM M 31ucTpodeeM.
Tak nHa >TM nBa cycraBa npuxomutcs 93% ot cymmapuHoit AR (mean = 26,9° B 3aThUI0YHO-
atmantHoM cyctaBe, mean = 107,5° B C1-C2), 38,6% ot cymmapuoit SB (86,4° u 16,2°
cooTBeTcTBeHHO) U 20% oT cymmapuoit LB (43,9° u 3,9°, COOTBETCTBEHHO) B IICHHOM OT/EIE.
[TprueM 3aThIIOYHO-aTIAHTHBIN cycTaB oTBedaeT 3a SB u LB, a C1-C2 3a AR.

Hacrosmiee uccienoBanue sSBISETCS €IMHCTBEHHBIM, B KOTOPOM H3YY€HA ITOJBIIKHOCTH
HISITHOTO OT/IeNa y BCEX COBPEMEHHBIX CEMENCTB HemapHOKONbITHRIX (Belyaev et al., 2023). Panee
OBLJIO TIOKAa3aHO, YTO y MAapHOKOMBITHRIX KayJdaibHble mieiiHbie cycTaBbl (C4-C7) 3HaYUTETHHO
Oosee moABMXKHBI (B cpeaneM Ha 2,5-3,5°) mo cpaBHeHHIO ¢ Oonee kpanuanbHbiMu (C2-C4) u
cycraBoMm Mexnay meeit u tynosumem (C7-T1) 8 SB u LB aROM (Belyaev et al., 20216). ¥
HETMapPHOKOIBITHRIX MOABUKHOCTH B IIIEWHOM OTJIEJIe pacipeeseHa mouaru papHomepHo (Puc. 32
a, 6). Tonbko ammutyna LB aROM B cycTtaBe MexIy IIeeil U TyJOBUIIEM 3HAUYUTEIHHO HIKE,
yeMm OOKOBasi MOABMKHOCTH B OOBIUHBIX IIEWHBIX CycTaBax (B cpenHeM Ha 2,7-5,1°).

Hocoporu u Tanupsl SBJISIFOTCS KOMBITHBIMA C HAUMEHEE TTOJIBUKHOM IIEEH B CArUTTAIbHOM

mI0CcKoCcTH; cyMMapHbIii SB aROM y HEUX naxke HIDKe, YeM Y CBUHEH, OereMoToB U Ob1ubux (Puc.
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33 a). Ognako cymmapsbiii LB aROM y Hocoporos u TanupoB (cpennee ~ 140°) HECKOJIBKO BBIIIE
[0 CPAaBHEHUIO C MHUHUMAJIbHBIMU 3HAUEHUSIMH Y TIAPHOKOIBITHBIX, XapaKTEPHBIMUA y CBUHEH H
oeremoroB (B cpeqnem ~120°; Wilke et al., 2011; Benses, 2018; Belyaev et al., 20216; Puc. 33 6).
Equidae xapakrepusyrorcs Oojiee BBICOKMMH, 4Y€M CpPEOHHE JIsl KOIBITHBIX, 3HAYEHUSMU
cymmapaoro SB aROM (mean = 101,7°) B melinom oTnene (Ha ypoBHE KPYIHBIX aHTHJION) U
YCTyHaroT TONbKO kupadam mo cymmapaomy LB aROM (cpemnnee ~200°), Haxomsch Ha OJHOM
ypoBHE ¢ BepOmonamu u tamamu (cpennee ~190°; Stolworthy et al., 2015, Belyaev et al., 20216).
[TaneonToNOrMUECKHUIT MaTepra CBUIETEIBCTBYET O TOM, YTO OTHOCUTENIbHO KOPOTKas 1Iest
SBJISIETCS. U3HAYAJIbHBIM COCTOSTHUEM JIJIs1 HemapHOKOMNBITHEIX. Ha ocHoBanuu 3amepos D./1. Kona
(Cope, 1873) oTHOCHTENbHAS AJIMHA IIEW y HEOONBIIOrO MaIeOreHOBOrO0 Hocopora Hyrachyus
eximius coctaBisuia 19,7% oOT JIMHBI TYJOBUITHOW YacTU MO3BOHOYHHMKA. Ha ocHoBanuu
usMepenuit A. Byna u komter (Wood et al., 2011) u 3D mogneneii ckenera ¢ caiira UMORF!
OTHOCUTENIbHAsA JUIMHA IIeu y A. grangeri cocraBisina 23,5% OT [UIMHBI TyJIOBUIIA. OTa
OpOTNOPIHMS HAXOAWTCS HA YPOBHE CaMbIX HH3KMX 3HAUEHWHA I BCEX TapHO- W
HernapHOKoNbITHRIX. Ha ocHoBe 3D-mopeneit nuskoro pazpemenus ¢ caiita UMORF Obuin
npuOIM3UTEeNsHO paccunTanbl 3HaueHus: aROM mst cyctaBa C5-C6 y Arenahippus: SB: 13,3°,
LB: 21,2°. Dkcrpanonupys 3TH 3HaueHust Ha Bce Rf cycraBel, cymmapusiii aROM y storo Buja
nojpkeH Obul coctaBiAth 79,8° mnsg SB u 127,2° nnsa LB na yuyactke C2-T1. OTu 3HaueHus
HECKOJIBKO BBIIIE, YeM Y HOCOPOTOB H TAITUPOB B CATHTTAIBHON THOKOCTH, H, HA0OOOPOT, HECKOJILKO
HUKE B JaTepanbHON. Takum 00pa3oMm, KaK OTHOCUTENIbHAS JUIMHA IIeH, TaK U MOJIBMKHOCTH B
HIEHHBIX cycTaBaXx y Oa3aJbHBIX HKBOMJIOB OBUIM 3HAYMTEIBHO HMXKE, YEM Y COBPEMEHHBIX
JIOUIAUHBIX. DTO OYE€Hb HAIOMUHAET OJICHBKOB, JUUIsI KOTOPBIX TAKXKe XapaKTepHA OYEHb KOPOTKAst
miess ¢ JIOCTaTOYHO HEBBICOKOW TIONBIKHOCTBIO B CycTaBaX. BeposTHO, YTO KOpOTKas Ies
ABIsieTCsl Hanbomee (PyHKITMOHATBHBIM PEIICHHEM ISl METTKUX dKUBOTHBIX, KOTOPbIE TPU MUTAHUH
CHOCOOHBI TOATUOATH NEpeAHNE KOHEYHOCTH B cycTaBax. C yBeIHMueHHEeM pa3MepoB, Macchl Tena,
BPEMEHU IMUTAHUS U MacChl MOTPEOISIEMOi MUY Y KOTIBITHBIX TIPOUCXONT YIJTHHEHHUE IICH.
[TogBomst WTOT, MOXXHO CKa3aTh, 4YTO 1€ HENApHOKOMBITHBIX XapaKTePH3YeTCs
3HAYUTEJIHBIM NPe00ialaHueM TOPU30HTAIBLHOM MOJBIXKHOCTH HaJl BEpTUKAIbHOH (B 2,17 pa3a),
YTO 3HAUUTENIFHO BBIIIE, YeM Y MapHOKOMBITHBIX (B 1,63 pa3a; Belyaev et al., 20210), u Tem Gonee
y ToMaIrHei Kok u yenoseka (SB u LB npumepno paBabsr; Wen et al., 1993; Jones et al., 2020).
OTHOCUTENTFHO KOpOTKasi Imesi HOCOPOTOB XapaKTepU3yeTCs HHU3KOHW TOABIKHOCTBIO U
OTCYTCTBHEM THIIEPIOABMKHBIX MEXKIIO3BOHKOBBIX CycTaBOB. JKeCcTKOCTh IlIeM HOCOpOTOB,

BCPOATHO, CBsA3aHA C TSKEIIOMN FOJ'IOBOfI, KOTOpas aKTUBHO HUCIOJIB3YCTCS BO BHYTPHUBUJIOBLIX U

1 https://umorf.ummp.lsa.umich.edu/wp/specimen-data/?Model_ID=1675
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MexBUIIOBBIX 00six (Wilson & Mittermeier, 2011). B oTnuume oT HOCOPOTOB, OTHOCHTEIHHO
JUIMHHAS IIes JIOMIaJieldl BBIMONHIET B OCHOBHOM MAHHUITYJASTHUBHYIO (YHKIMIO; OHA
XapaKTEepPHU3yeTCsl JOBOJIHHO BBICOKOW IOABIKHOCTBHIO (0coOeHHO B LB) um ¢yHKIMOHATBHO
yIUIMHEHa 3a cueT mnepBoro rpyaHoro cycraBa (T1-T2), KoTOpwli oTiM4YaeTcsi CyIIECTBEHHO

MMOBBIIICHHOMN IMOABHUXKHOCTBIO 11O CPABHCHHUIO C IMOCICAYIOIIUMU I'PYAHBIMH CyCTaBaMHU.

4.8 Oco0eHHOCTH TPYAHOTIO OT/AE/IA Y HEMAPHOKONBITHBIX
Ammmatynst SB aROM B otnene Tf cycraBoB 3aMeTHO HIKE IO cpaBHeHUIO ¢ Rf cycraBamu

men (B cpemHem 5,0° mpotuB 12,4°). KpaHumanpHass YacTh TPyIHOro OTAeNa (XOJKa) Yy
HEMAapHOKOIBITHBIX ~ XapaKTEPU3yeTCsl 3HAYUTEIbHBIM YUIMHEHHEM OCTUCTBIX OTPOCTKOB
no3BoHKoB (Puc. 30; cm. poTtorpadun nozsoHounnkoB B Belyaev et al., 20226). 1o ciocoOcTBYeT
MOJICPKAHUIO BECa TSHKENIOM rojoBsl, meu u TyioBuia (I'ambapsin, 1972). Bepxymiku ocTUCTBIX
OTPOCTKOB XOJIKM SIBJISIFOTCSI MECTOM THPUKPEIUICHHsS] BBIMHON CBSI3KH, KOTOpas crocoOHa
HaKaIJIMBaTh M BBICBOOOXKIATH YIPYTYIO SHEPTUIO BO BPEMs BEPTUKAIBHBIX KOJICOAHUH TOJIOBBI
npu xoap0e. Y HayIIe Jomaan BelifHas CBsI3Ka MO3BOJISIET SKOHOMUTH 110 60% 3HEpruu, KoTopas
Tparutcs Ha noajaepkanue ronossl (Gellman & Bertram, 2002).

KonuuecTBo mpenKkpecTIOBBIX MO3BOHKOB Y HEMTAPHOKOMBITHBIX 3HAUYUTEIBHO BHIIIE, YEM Y
HNApHOKOMBITHBIX (29-32 mpoTtuB 25-27) n3-3a OONbILIEro 4yucia rpyIHbIX MO3BOHKOB. bojbiiee
YHCJIO TPEIKPECTIOBBIX IIO3BOHKOB, BEPOSTHO, SBIISETCS HMCXOIHBIM COCTOSIHHEM JUIs
HEMapHOKOIBITHBIX, TAK PAaHHEIOLIEHOBBIN A. grangeri n cpeaHe’oueHOBbIH Mesohippus bairdi
(AMNH 1477) umenu no 31 mpeakpectiioBoMy Mo3BoHKY (Scott et al., 1941; Wood et al., 2011).
Jnst 060ouX MaleoreHOBBIX SKBOHWJIOB ObLIa XapakTepHa mMmo3BoHouHas (opmyma 7C+17T+7L.
CranpmapTHasi mo3BoHOuHass Qopmyna y nomamHe nomamau — 7C+18T+6L ¢ oTHOCHTENBHO
4acThIM OTKJIOHEHHEM B cTopoHy 7C+18T+5L 1 oTHOCUTENBHO peIKUM OTKJIOHEHHEM B CTOPOHY
7C+17T+6L, 7C+17T+7L, 7TC+18T+7L, 7C+19T+5L u 7C+19T+6L (Spoormakers et al., 2021;
Tabnuna 6 B [Ipunoxxenuu 2). J{i1st COBpeMEHHBIX HOCOPOTOB M TATUPOB XapaKTEPHO yBEIUUEHHUE
yucia rpyaHbix m1o3BOHKOB (18-20 u 18-19, COOTBETCTBEHHO) M YMEHBIIICHHE YHCIIA TTOICHUYHBIX
MO3BOHKOB. Tak, y PHHOLEPOTOMIOB YUCIO TMOSICHUYHBIX I[O3BOHKOB yMEHbIIAETCs OT 7 y
MaJICHBKOTO Y0II€HOBOTO H. eximius, 10 5 y OTHOCUTENbHO KpymHOTO (~0,5 M ueper, ~2 M JIJTMHA)
MO3/Hed01IeHOBOTO Trigonias osborni (Scott et al., 1941), no 3-4 y cOBpeMEHHBIX BHJIOB. JTOT
C/IBUT B CTOPOHY T'PY/IHBIX TIO3BOHKOB, BEPOSTHO, OOCYIIOBIIEH TOMEO3UCHBIMU T€HAMHU U CIIBUTOM
B 9KCIIPECCHH TOMEOOOKCHBIX OEJIKOB, KOHTPOIMPYIOMIUX KPAaHUO-Kay/laJbHYI0 PErHOHATN3aIUI0
ocesoro ckenera (Iimura et al., 2009).

Cpennue 3HaueHuss SB aROM B kaymanbHOM uactu TpynHoro otaena y Equidae u
Rhinocerotidae siBisitoTCS cCaMbIMU HU3KUMU CPEIN BCEX CEMENCTB KOTBITHRIX. Ha mepBbIit B3I
MOXET ITOKa3aTbCsl MPOTHBOPEYMBBIM, YTO HETIAPHOKOIIBITHBIC XapaKTePU3YIOTCS TOHKEHHBIMH
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aMIUIUTYyJaMH  MEXIO3BOHKOBOM TMOJBMKHOCTH B TPYIHOM OTJElE€ II0 CpPaBHEHHUIO C
NApHOKOMBITHBIMM, HO HMEIOT CYIIECTBEHHO OOJbIllee YHCIO TPYAHBIX ITO3BOHKOB. ITO
MOBBIIIICHHOE YUCJIO TPYAHBIX TTO3BOHKOB OBLIO IPUOOPETECHO HETTAPHOKOTBITHBIMUA KOHBEPTEHTHO
¢ adporepusmu (Narita & Kuratani, 2005; Sanchez-Villagra et al., 2007). Kaxymeecs
HECOOTBETCTBUE MEXIY YMEHBUICHHEM MOJIBMXHOCTH M YBEIMUYEHHUEM 4YHUCJIa TO3BOHKOB B
TPYAHOM OTJIeJIe Y HENapHOKOMBITHBIX UMEET 0YeBHIHOE (PYHKIIMOHAIBHOE 00BbsicHeHne. OnHoM
U3 HanOoJee XOpOIIo H3BECTHBIX MOP(HOPYHKIIMOHATHHBIX OCOOCHHOCTEH HEMapHOKOIBITHBIX
aBisieTcss pepMeHTalusl [EeJUTI0IO3bl B KUIIEYHHUKE, B OTIIMYKE OT (pepMEHTAIMH LEJUTI0N03bI B
JIOTIOJTHUTEIBHBIX KaMepax KellyJka y mapHokonbITHRIX (Alexander, 1993). YBennuenue yucia
MO3BOHKOB JIEJIACT TPYAHYIO KJIETKY HEMapHOKOIBITHBIX UTHHHEE, YTOOBI BMECTUTh YIJTMHEHHBIN
KHILIEYHUK. B TO e BpeMst )KECTKOCTh KayAaJlbHOM 4acTH rPyJHOTO OT/IejIa T0O3BOHOYHOI'O CTOJI0a,
B OCHOBHOM B CaruTTajbHOW MiockocTH (ymeHbinenune SB aROM), mo3BonseT maccHBHO
NOJICPKUBATh  TSOKENbI  KHUIIEYHUK, HAMONHEHHBIH TpyObIM pACTUTEIBHBIM  KOPMOM.
[TpOTUBOMONOKHBIN MPUMEP B3aUMOCBSI3M MEXKIY CTPOCHHUEM IHINEBAPUTEIHHOW CHCTEMBI U
pernoHanM3anyen MoJBMKHOCTH TIO3BOHOYHOTO CTOI0a MOXHO HaiiTh y Suidae. DTH KUBOTHBIE
HE UMEIOT CJIOKHOTO >KeTylKa WM YBEIWYEHHOHW B pa3Mepax CIenol KHUIIKKM M HE MOTYT
s¢dexktuBHO mepeBapuBarh uemmonody (Wilson & Mittermeier, 2011). X mno3BOHOYHUK
XapaKTepU3yeTCss HauOOBIIMM CPEIN MAapHOKONBITHBIX uncioM RfL. cycraBoB B KaymanmbHOM
4yacTH rpyaHoro otaena (mean = 3,8; Belyaev et al., 202106), B pe3ysnbrare 4ero 3ta 4actTb IpyJIHOTO
OTJIeNIa XapakTepu3yeTcsl yBenndeHHpIMU amIuiutyaamu SB aROM 1o cpaBHEHHIO ¢ TAKOBBIMU B

cpenueii (Tf cycraBsl) yactu rpyanoro otaena (Busscher et al., 2010; Wilke et al., 2011).

4.9 JlopcocTadMJIbHBIN rajgon HeMAPHOKONBITHBIX
Cneunanmaul/m YCTBCPOHOIUX MIICKOIIUTAKOIINX K TaJIOIly IMPOABIIACTCA, B HaCTHOCTHU, B

CHOCOOHOCTH MOSCHUYHOIO OTJeNa IO03BOHOYHOIo cTosnba crubarbcss M pa3rudarbcsi B
CaruTTaJIbHOM MockocTu. MccnenoBanus KHNHEMATHKU TO3BOHOYHMKA Y JIOMIa 1€l HOATBEPIKIAt0T
3TOT Te3uc. Jlomaan 3aaeicTByoT SB MOsSCHUYHOTO OT/EeIa TOJIBKO BO BpPEMs aCCHUMETPHUYHBIX
aJUTIOpOB (IIPEJICTABICHHBIX B OKCIIEpUMEHTaX Ha OEroBBIX JTIOPOXKKAX KAaHTEPOM, a HE TajoloM)
(Faber et al., 20016; Haussler et al., 2001), u npakTrdecku He 3aICUCTBYIOT €€ MPH XOb0e U PhICH
(Faber et al., 2000; Haussler et al., 2001).

Opnako caruTTanbHas THOKOCTh MOSICHMIIBI Jiomazed HeBenuka. Jlomanu SBIsOTCS
KJIaCCHYECKUM NpumMepoM nopcoctadumnbHoro ranona (Hildebrand, 1959). ILIIL. 'ambapsin (1972)
OTHOCHUT Tajoml JIomaaed K CKOPOCTHOH (opme Oera; OH XapakTepU3yeTcs YMEHbIICHHEM
BEPTUKAIBHBIX KoJeOaHWH ILEHTpa TSHKeCTH (Tak BEpTUKAIbHbIE KOJNEOAaHUS y TOHH He
peBbIIIAOT 6% OT BBICOTHI B XOJIKE MPH CKOPOCTH rayiona B 45 km/4), ymensienueM uROM B
cycTaBax KOHEYHOCTeH M yBenuyeHueMm dactoTbl maroB (I'ambGapsn, 1972). Cymmaphsiii SB
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aROM B nosicHUYHO-KPECTIIOBOM oOmactu y skBuj (mean = 50,4°) B cpenneM Ha 10° BbIie, yeM
y Giraffidae u Hippopotamidae, u umeer takoii xe cymmapubiii SB aROM, kak y Ob14buX, ycTynas
B cpenHem 10° kpynHbiM anTrionam (Belyaev et al., 20216; Puc. 34). Takum o6pazom, ¢ TOUKH
3peHusl 10PCOCTAOMIBPHOCTH MO3BOHOYHUKA JIOMIA/IM OYCHb IMOXOXKU Ha ObIUbUX M HEKOTOPBIX
IpecTaBUTeNel CKOPOCTHOM (OpMBI Oera, TAKUX KaK CEBEPHBII OJIEHb U THY.

[LII. TambapssH (1972) orHOCHT Talom TanmWpoB K TapaHHOW Qopme Oera;, OH
XapaKTepU3yeTCsl OTHOCHUTEIBHO BHICOKUMH BEPTHKAJIBHBIMU KOJEOAHUSMHM IIEHTpa TIKECTH
(6onee 14% oOT BBICOTHI B XOJIKE IpU CKOpOCTH ranona B 35 km/u y 1. terrestris) U BBICOKUMU
uROM B cycraBax koHeuHoctedl (I'amOapsn, 1972). Iist 3TUX JKMBOTHBIX XapakTEpeH
apkooOpa3HbIid TPO(UITE MOSCHUIHO-KPECTIIOBOTO OT/Iea MO3BOHOYHHKA. AHAJIOru4Has (Gopma
CIHMHBI HaONIOAeTCsl y HEKOTOPBIX HMApHOKOMBITHBIX (OJCHBKH, MHOTHE MEJKHE aHTHJIOIEI,
KOCYJIU U T.1I.), KOTOpbIE€ UMEIOT O4eHb BHICOKHI cyMMapHbIii SB aROM B osICHUYHO-KPECTIIOBOM
oraene (75-90° oTMeTHUM, YTO y ATHX MAapPHOKOMBITHBIX €CTh BIOOABOK B TPYIHOM OTIEIe
Heckonbko RfL cycraBoB ¢ moreHIuanbHO BHICOKMM SB). V' TanupoB, HalpoTuUB, HECMOTPS Ha
CXO/IHYIO KPHBH3HY IIO3BOHOYHHKA, TOABIKHOCTD B MOSCHUYHO-KPECTIIOBOM 0071aCTH IPUMEPHO
BIBOE HIDKE, YeM y STUX NapHOKOMBITHBIX (~40°). MMeromuecs Buaeo3anucu U u300pakeHus
(F'ambapsH, 1972) ranonupyromux TanupoB MOATBEPXKAAOT STOT BbIBOA. [IpubnusutenbHas
OLICHKa CyMMAapHOTI'0 yIVIa HakKJIOHA IMOSICHUYHO-KPECTLIOBOTO OTJea [M03BOHOYHMKA BO BpeMs
MEJUICHHOTO Oera TsDKENBIM JIaTepasibHbIM TasonioM y 7. indicus coctaBisier ~29°, a Bo Bpems
JIeTKOTO JlarepajibHoro rajgona 'y 1. terrestris — ~34° (Puc. 36). O6a 3HaueHHs NpUOIMKAIOTCS K
paccuntanHoMy cymmapHomy SB aROM (~40°) 3Toif yacTu MO3BOHOYHHKA U B TPU pa3a HUKE,
YeM aMIUTATYIbI IBHXKSHUSI TTPH JOPCOMOOMIBLHOM rajorne y 6op3bix (Muybridge, 1887; Alexander
et al., 1985). BriosiHe 10ruyHO, YTO BO BpeMs JIETKOTO U 6ojiee ObICTPOro rajomna pasHUIa MexXay

cymmapasiM UROM u aROM wmeHbliie, ueM Bo Bpems Ooliee MEIJICHHOTO | TshKenoro ranomna (~6°

npotus ~11°).

Puc. 36. Pa3max caruTTajgbHON MOABMKHOCTH B TMOSICHUYHO-KPECTLIOBOW OOJIACTH CIUHBI,
UCTIOJIb3yeMbIil TanupaMu BO BpeMs ranomna. (a) MeasieHHBIN JatepanbHblil ranon y Iapirus
indicus (¢ caiita  https://www.youtube.com/watch?v=UX70MCvtmu0); (6) ObICTpbIi
narepanbHbIi Tanon y Tapirus terrestris (u3 I'ambapsia, 1972 ¢ usmenenusmu). 13 Belyaev et al.,
2023 ¢ U3MEHEHUSIMH.
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ILIT. TamGapsta (1972) oOTHOCHMT TaJloml HOCOPOTOB K TMONyTsDKenon (opme Oera.
CoBpeMEHHbIE  HOCOPOTM  SIBISIIOTCS  CaMbIMU  KPYNHBIMM ~ JKUBOTHBIMH,  PETYJSPHO
UCIOJB3YIOIMMHU rajon Ui nepeasumxkenus. Cymmapusiii SB aROM B nosicHu4HOM oTene y
Rhinocerotidae cambrii Hus3kuii (B cpemnem = 29,6°) cpeaum BceX H3YYEHHBIX IMapHO- H
HEMapHOKOMBITHBIX. {151 Gemoro Hocopora, B OTIMYME OT JPYIMX COBPEMEHHBIX HOCOPOIOB,
XapaKTepHO U3MEHEHUE OPUEHTAIMH (AHTUKIMHUS) OCTUCTBIX OTPOCTKOB IIO3BOHKOB OT HaKJIOHA
Hazaj Ha HakJoH Brepen (Puc. 30 B, r; cm. portorpadun nozBoHouHHKOB B Belyaev et al., 202206).
VY npyrux HOCOPOrOB BCE OCTUCTHIE OTPOCTKU IMO3BOHKOB B TYJIOBHMIIIHOM M KPECTIIOBOM OTJIEIaxX
uMeroT HakioH Hasan (Puc. 30 x, 3). Y Ceratotherium simum 16" rpymHO#l MO3BOHOK MMEET
BEPTUKAJIBHYIO0 OPUEHTAIMI0 OCTUCTOIO OTPOCTKA, a ABa nociaenaHux rpyasbix (T17 u T18) u nBa
U3 TPEX MOSICHUYHBIX IMO3BOHKOB XapaKTEPU3YIOTCS OCTUCTBIMH OTPOCTKaMH, HalpaBiICHHBIMU
Briepen. OnHako 3Ta Mopdonoruueckas 0COOEHHOCTh HE BIUSET Ha PACCUYMTAHHYIO aMIUIUTYIY
SB aROM; nosicanuHo-KkpecTioBslii otaen Ceratotherium simum UMeET TaKylO e MOABUKHOCTD,
KaK 1 y JIpyrux HocoporoB. CKopee BCero aHTHUKJIMHUS OCTUCTBIX OTPOCTKOB y 0€10ro Hocopora
CBf3aHAa C paclpeAeseHueM JeHCTByoluX cuil. HakiaoH Boepes OCTHCTBIX OTPOCTKOB Y
Kay/JaJIbHBIX [TPEAKPECTLHOBBIX IO3BOHKOB COKPAIIAET PACCTOSIHUS MEK/ly BEpIIMHAMU OTPOCTKOB.
DT0, B CBOIO OUEPE/lb, COKPALLAET JJIMHY MEXKOCTUCTBIX CBA30K M YYAaCTKOB HAJOCTUCTON CBS3KH,
KOTOpasi COSAMHSET BEPIIUHBI OTPOCTKOB, TIOI0OHOE COKpaIeHue 0e3 3aTpaT MBIIIEYHON SHEPTHH
OTrpaHMYMBAET BEHTpalbHOE CrubaHHe KayJaJdbHOW YacTH CIHHBI. 32 CUET 3TOr0 BO3pACTaeT
’KE€CTKOCTh CITMHBI Ha TOM CTaJIMHU rajola, Korjaa Ha 3eMJIe HaXOJATCs TOJIbKO 33 JHUE KOHEYHOCTH,
a TO3BOHOYHMK BBHITIONHSIET MOAAEPKUBAIOIIYI0 (DYHKIMIO AN KpaHUAIbHOW YacTH Tela W
rojoBbl. MOXHO MPEANON0KUTh, YTO AHTHUKIMHMUS OCTHCTBIX OTPOCTKOB Yy O€JI0ro Hocopora
CBS3aHAa C HHBIM paclpeiesieHUeM MacChl BIOJb TYJOBMILA, BO3MOXKHO, C OoJiee TsKeIon
NIEpPEJHEN YacThIO TEJIA U TOJIOBOM, YEM y IPYTMX HOCOPOTOB.

B uenom, y Equidae, Tapiridae u Rhinocerotidae cymmapusiii SB aROM B mosicHU4HO-
KpEeCTLOBOW 001aCTH 3HAYUTEIBHO HUXKE, YEM Y NMapHOKOMIBITHBIX, UCIIONB3YIOIIUX T€ XKe (POPMBbI
6era. OHaKO HEMAPHOKOMIBITHBIE JIEMOHCTPUPYIOT CXOACTBO C MAapHOKOMNBITHBIMH B TOM, UTO
CKOPOCTHOH O€er XapaKTepu3yeTcsl caMOil BBICOKOM, a MOy TSKEIbIM — caMOil HU3KOM CyMMapHOM
SB aROM. IloaBoas uTor, caruTTanbHas MOABMKHOCThH MOSICHUYHOW OONACTH, KOTOpask MOXKET
OBITH HMCIIOJNB30BAHA BO BpPEMs rajorna, OrpaHHYeHa y BCEX COBPEMEHHBIX HENapHOKOIBITHBIX.
[IpencraBuTeneit Bcex TpeX CEMEWCTB MOXHO CUYHTATh 'JOPCOCTAOMIBHBIMH'" XKUBOTHBIMH B
tepmuHax ILI1. I'amGapsna (1972). Cpeau napHOKOIBITHBIX TOJOOHOE COCTOSHUE BCTPEYaeTcs y
HaunOoJee KPYIHBIX U TSKENBIX MPECTaBUTENIEH B pe3yibTare ajuioMeTpuyeckoro pocta (Belyaev

et al., 2022a). B sToM KOHTEKCTE, HEYIMBHUTEIbHO, YTO TMOABM)XHOCTH MOSICHUYHOW 00JIacTH Y
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CaMbIX KpPYMHBIX TaJONMPYIOLUIMX MIJIEKOMUTAIONIMX — HOCOPOIOB, HHXE, YeM Y BCeX
UCCIICIOBAHHBIX MAPHOKOIBITHBIX.

Kak 6but0 moxazano panee 1 nmapHokonbeITHRIX (Belyaev et al., 20216), yBenuuenue SB
aROM (kak cyMMapHOIo, Tak U CPEIHEr0) B IOSICHUYHOM OT/IeJIE TO3BOHOYHHMKA COIIPOBOXKIACTCS
YAJIMHEHUEM MOSCHUYHOIO OT/eNla OTHOCUTEJIBHO TYJOBHIIHON YaCTH IIO3BOHOYHHUKA B LIE€JIOM, a
ymenbiienne SB aROM, Hao00poT, ykopoueHreM. HemapHOKOIBITHRIE ¢ MX MalOMOOHMIEHBIM
MOSICHUYHBIM OTJEJIOM, TaKXke CIEAYIOT 3ToMy mnpaBuiy. OTHOCHTENbHAs UIMHA TOSCHHUYHOU
obnactu y Equidae u Tapiridae ananmornuna takoBoit y Giraffidae u Hippopotamidae, koTopsie
IPEACTaBISIIOT MUHUMYM CpeJld ITApHOKOIBITHBIX, a y Rhinocerotidae nosicanunas o61acte gaxe
Oonee xopotkas (cpennee = 14,1%).

Takum 00pa3zoM, JOHIaJM MOTYT CYHTAThCS HaMMEHEe JOpPCOCTAaOMIBHBIMH M3 BCEX
COBPEMEHHBIX HEMAapHOKOIBITHBIX. ECiM ynopsiiounTh BceX KOMBITHBIX 10 3TOMY NPHU3HAKY OT
Han6onee SB-MoOuIbHON 10 Hanbosnee SB-cTaOMILHON MOSCHUYHOM 00JaCTH, TO 3a MEIKUMHU
MapHOKOIBITHBIME CIIETYIOT KPYITHBIE BMECTE C JIOUIabMH, a Hanbosee cTadmIbHBIMU (hOpMaMu
SBIIIOTCS. Tanupbl U Hocoporu (Puc. 37).

Bce onmcanHoe Bblllle MPUBOAUT HAcC K BONPOCY O TOM MOYEMY MOSCHUYHO-KPECTLIOBBIH
OTZIE Yy HEMAPHOKOMBITHBIX SIBJISETCS HACTOJIBKO MAJIONOABUKHBIM B CArMTTaIbHOMN IIOCKOCTH?
SIBisileTCS M 9TO MCXOAHBIM WJIM BTOPUYHO BO3HHKIIUM COCTOSHHEM JUIsI TPEACTAaBUTEICH
orpsia? BombIIMHCTBO TMIIE3MOMOPGHBIX TAIICOTCHOBBIX HETAPHOKOIBITHBIX OBUIM MEIKUMH
XKUBOTHBIMH. Tak, Harpumep, s3kBoua Arenahippus 6bu1 0koso 60-70 ¢cM B JUIMHY M BECHJI OKOJIO
9 kr, Tanupou Heptodon — okono 15 xr, a punoueporoun Hyrachyus — oxono 20-50 kr (Radinsky,
1978; Wood et al., 2011). K. Jxonc (Jones, 2016), ocHoBbIBascb Ha MOp(OIOTUN
MEKITO3BOHKOBBIX CYCTaBOB, IIOKa3aja, YTO YBEJIHYEHHE pa3MEpoOB Teja Yy JIOMIATUHBIX
KOppenupyeT ¢ 6osee BHICOKOM, OoJiee cepALeBUAHOM (hopMoii Te O3BOHKOB M O0Jiee JOpCalbHO
pAacIoNoXKEHHBIMU 3UTranodu3aMu, 4yTo MPUBOAUT K YMEHbLIEHHI0 aMIuuTyasl SB aROM. OtoT
BBIBOJI, CKOPEE BCETO, COOTBETCTBYET JICHCTBUTEIHHOCTH, IIOCKOJIBKY YBETMUEHUE OTHOCUTEIIEHON
BBICOTHI Tejla TO3BOHKAa WM BBICOTHI HEBPAJBHOW IYI'M TPHBOAUT K YBEIMYCHHUIO paauyca
CaruTTAJILHOTO JIBUKEHUS B CyCTaBe, a YBEIIMUCHUE Palnyca CaruTTaJbHOTO ABHKCHHSI IPUBOUT
K ymenbienuto SB aROM (Niemeyer et al., 2012; Belyaev et al., 2022a). CornacHO U3MepeHUIM
A. Byna u xomer (Wood et al., 2011), oTHocuTenpHas JyIMHA TIOICHUYHOTO OTaena y A. grangeri
coctaBisieT 36,8% OT JIMHBI TYJOBUITHOW YacTH TO3BOHOYHHWKA, 4T0 Ha 10% Oombire, yem
CpeAHss JUITMHA MOSCHUIIBI Y COBPEMEHHBIX SKBUJI, U OYEHb OJIM3KO K CPEeHEMY TOKa3aTelto JUis
napHoKonbITHBIX (Belyaev et al., 20216). Takum o0Opa3zom, 6omibmioe koanuecTBo RfL cyctaBos
(10) 1 mOsICHUYHBIX TO3BOHKOB (7), OTCYTCTBHE TONOTHUTENBHBIX CyCTaBOB MEKY MONEPEUYHBIMU

OTPOCTKaMH, XapaKTEPHBIX JIsl BCEX COBpEMEHHBIX HenapHoKonbITHBIX (Wood et al., 2011), Gonee
145



JUIMHHBIN TOSICHUYHBIN OTAENT MO CPaBHEHHMIO C COBPEMEHHBIMHU JIOMIAJUHBIMH, HECKOJBKO
MEHBIIIasi BBICOTA TEJl MO3BOHKOB M CYCTAaBOB 3HWTanmo(u30B TO3BOJSET MPEANOIOKHUTH, UYTO
MOSICHUYHAs O0JIACTh Y MEJIKUX MaJIEOTEHOBBIX 3KBOHJIOB ObLIa JIOCTATOYHO BHICOKO MOJIBUIKHOM.
Takoe jxe mpennoyoXkeHHe paHee ObUIO CIETaHO B HECKOIBKHUX JAPYTUX HCCIETOBAHHIX
(Preuschoft & Franzen, 2012; Jones, 2016). bonee moaBukHas MOSICHUYHO-KPECTIIOBas 00J1aCTh
ObLJ1a XapakTepHa | JIIS JIETKO CJIOXKCHHBIX MAJICOTeHOBBIX MpencraButeneii Ceratomorpha. Tak,
MO3BOHOYHAs (opMmyna TUIe3MOMOP(HOTrO 30IEHOBOTO pHHOIEpoTOuAa Hyrachyus eximius
(7C+18T+7L) xapakTepu3yercss OOJIBIIUM KOJIUYECTBOM IMOSICHUYHBIX 1M03BOHKOB (Cope, 1873;
Hayden, 1883). OcnoBbiBasice Ha 3amepax J.J[. Koma (Cope, 1873), oTHOcuTenbHAs TMHA
nosicHUYHOrO otaena y H. eximius (41,5%) naxe Oonbiie, ueM y A. grangeri, v IO4TH B 3 pasa

6OJII>IHG, 4YCM Y COBPCMCHHBLIX HOCOPOI'OB.
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Puc. 37. B3auMOCBsI3b CyMMapHOM CarMTTaJIbHOW TOJABMKHOCTH B TOSCHUYHOM OTJIEJE
MO3BOHOYHOTO CTONI0A U KyOMYECKOTO KOpHS MacChl Tela y MapHO- U HEMapHOKOMBITHBIX. U3
Belyaev et al., 2023 ¢ u3MeHeHUsIMHU.

I[J'IH KOJINYECTBEHHOM OIICHKHM IIOABMKHOCTH B NMOACHUYHO-KPCCTHHOBOM  OTHECJIC

IMO3BOHOYHUKA Y 0asabHBIX HCTIApHOKOIIBITHBIX OBLIN UCITOJIb30BaAHBI 3D-MOZ[CJ'II/I MMO3BOHKOB A.
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grangeri (UMMP VP 115547): monens Huskoro pazpemenus ¢ caiita UMORF nns T17 u Mmonenu
BBICOKOTO  paspemeHuss  aus Ll (https://doi.org/10.7302/rh9g-7359) wu  L2-SI
(https://doi.org/10.7302/81eq-6x84). B pesynbrare ObUTH pacCUUTaHBI IPUOITH3UTEILHBIC OIEHKU
SB aROM s 4 u3 7 nosscanunbix cycraso (T17-L4): 7,4° 8 T17-L1, 7,0° B L1-L2, 9,0° B L2-
L3, 8,2° B L3-L4. Dkcrpanonupysi MOJIyYeHHOE CpEIHEE 3HAUCHHE HAa BCE TMOSCHUYHBIC (U
MOSICHUYHO-KPECTLOBBIA cycTaB), cymmapubii SB aROM B cycraBax T17-S1 y 4. grangeri
cocraBisit 63,2°. Ecnu pa3syMHO HPeAIoNoxuTh, 4To Yy Arenahippus 6bu10 10 KpaiiHei mepe 10°
JOTIONIHUTENBHOW SB MOABMKHOCTH B TMOSICHUYHO-KPECTIIOBOM CYCTaBe IO CPAaBHEHHIO C
BHYTPUIOSICHUYHBIMU CyCTaBaMH, TO cymMmapHbiii SB aROM B MOSCHUYHO-KPECTIIOBOM 4YacTH
MO3BOHOYHOT'O CTOJI0A Y ATOTO KUBOTHOTO JOJDKeH ObuT nipeBbiiatk 70° (Puc. 37).

Bce namucanHoe BpllIe MO3BOJIAET MPEANOJIOKHTb, YTO JOPCOCTAOMIBHOCTH BCEX
COBPEMEHHBIX HETaPHOKOMBITHBIX SBIISETCS MPOU3BOJHON UYEPTO U BO3HUKIIA KOHBEPTEHTHO BO
BCEX Tpex ceMeiicTBax. J[Ba ocHOBHBIX MpenukTopa SB aROM B mosicHUYHO-KPECTIOBOI 00nacTu
y KOIBITHBIX — 3TO Macca Tena (awtomerpusi) u popma Oera (Belyaev et al., 20216, 2022a).
Haubonee nopcomoOuminbHbie ¢Gopmbl Oera (NMPBDKKOBasE W MPBDKKOBO-CKOPOCTHAsI) HMEIOT
BepxHuil mpenen maccol Tena (200-300 xr u 200-400 kr, cooTBeTcTBeHHO). [10 Mepe yBennueHus
MAacchl Teja 0 COOTBETCTBYIOIIMX IMPENIETIOB KOMBITHBIE MEPEXOIAT Ha 0ojiee COOTBETCTBYIOIINE
JUISET ©X HOBBIX pa3mepoB ¢opmbl Oera. Bce coBpeMeHHBIE BUIBI HEMAPHOKOMBITHBIX — 3TO
JKUBOTHBIE CO CPEIHUM M KPYIHBIM pa3MepoM Teja. YBEIMUEHHE pa3MEpoB Tella Yy BCEX IpyMIl
HEMApHOKOIBITHBIX B XOJ€ ABOIIOLMU OUYEBUIHBIM 00OpPa30M COIMPOBOXKIATIOCH YBETUYCHHUEM
NOTPEOHOCTH B MHUIIE, YTO MPHUBENO K YBETMYEHHUIO BBICOTHI 3yOHBIX KOPOHOK M Mopdoioruu
JKEBaTEILHOM MOBEPXHOCTH MIEYHBIX 3y00B (Janis, 1995; Mihlbachler et al., 2011) u, ckopee Bcero,
IPUBEJIO K YCIOXKHEHHUIO MHIIEBAPUTEIBHOW CHUCTEMBbl U YIIYONEHUIO CleHuaIu3aluu K
dbepMeHTaIuu LEeJUTION03bI B KUIIIEYHUKE. BeposaTHO, yBennueHne pa3MepoB Tella U HapacTaromas
afanTtanus K GepMeHTaluu LETI0I03bl B KUIICYHUKE MPUBEIN K YBEIMYEHHUIO YHCIa TPYIHBIX
MO3BOHKOB. YeM Tskenee CTaHOBWJIACh MUIIEBApUTENbHAS CUCTEMA U JUIMHHEE TYJIOBHUIIE, TEM
OOJBIITYI0 HArpy3Ky HCHBITHIBAIN TMOSCHUYHBIE MBI [loaTomy HeoOxommMo ObuLIO MO0
YBEIMYUTh MAacCy OTHUX MBI, JH00, YTO MPEANOYTUTENbHEE, OrPaHUYUTh pasMax uxX
COKpAIIIEHUS [Tl BRIUTPHIIIA B cujie. Takum 00pa3om, Trana3oH COKPAIEHUS MOSICHUYHBIX MBIIIIIT
y HEeMapHOKONBITHBIX ObLJI OrpaHUYeH 3a cueT yMeHblleHuss SB aROM B kaynanbHbIX TPyAHBIX U
MOSICHUYHBIX CyCTaBaxX. DTO MPHUBEJIO K MOYTH OTHOMY HMcde3HoBeHHI0 RfL cycTtaBoB y Tanupos
U HocoporoB. Takum o00pa3oM, JOPCOCTA0MIBHOCTH TIO3BOJWIA HEMAPHOKOMBITHBIM 0e3
3aMETHOTO YBEJIIMYEHHS MACChl OCEBOM MYCKYJaTypbl 3HAUUTEbHO HApacTUTh Maccy

HHHIeBapHTeHBHOﬁ CUCTCEMBI.
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3AK/TIOYEHHE

B pesynbprare mpoBeaeHHONW paboThl ObL1a 00OCHOBaHA BaJIMIHOCTh MEXaHUCTHUYECKOH
MOJEJIM I  pacdeTa MEKIIO3BOHKOBOW IIOJBMKHOCTM B  CyCTaBaX, COEIMHEHHBIX
ME)KI03BOHKOBBIMHU AucKaMH. ITpennokeHHas MoJielb 03BOJISET PACCUUTHIBATh aMIUIUTYY BCEX
TPEX COCTABISIONINX MEKIIO3BOHKOBOH MOABMKHOCTH (CarUTTAIbHOW THOKOCTH, JIaTepaibHOU
rMOKOCTH M OCEBOI0 CKPYyUMBAHMsI) U JUISI BCEX TPEX TUIIOB COWIEHOBHBIX CYCTaBOB 3Urano(pu30B
(pazuanbHOrO, TAHTEHIMAJIBHOIO W paJdalbHOTO C 3aMKaMH), XapaKTepHbIX  JJIs
NPEAKPECTIIOBOTO OT/ENa IMO3BOHOYHOrO cTonba MilekonuTaromux. KamubpoBka monmenu Ha
OCHOBE MOJCJIbHBIX JAHHBIX W3 N Vifro HWCCIEJOBAHUM CKEJIETHO-CBSI30YHBIX IIpENapaToB
YeJIOBEKa M TpeX BUJOB IIAPHOKONIBITHBIX II03BOJSET YTBEP)KIAThb BaJUJHOCTH aMILIUATY]
HOABMKHOCTH, PACCUUTAHHBIX IO CKeJeTaM KOIBITHBIX. EnuHOOOpasue TPUroHOMETPUUYECKUX
(dopMyn JUIsl KONIBITHBIX U YeJIOBEKa O0eIaeT MUPOKUM MOTeHIHa sl IPUMEHEHUSI MOJIEH K
JpYTUM rpynnaM MJIEKONHUTAIOLIUX.

KiroueBbIMU MapaMeTpaMy, KOTOpPbIE OIPENEIIOT CAaruTTajlbHYI0 TMOKOCTb B CYCTaBe,
ABJIIIOTCS JUIMHA COWICHOBHBIX OTPOCTKOB, BBICOTA TeJla MO3BOHKA M HEBpaJIbHOU Ayru. Tak, B
NOSICHUYHO-KPECTLIOBOM CyCTaBe NpHU YBEIWYEHUU B HeM aMIuuTyael SB aROM npoucxoaut
CYILLIECTBEHHOE YBEJIMYEHUE JUIMHBI (haceToK 3uUramnousoB, a TaKKE COKpPALIEHUE BBICOTHI
IIO3BOHKA; II€PBOE CIOCOOCTBYET YBEIUYEHHUIO JUIMHBI JYI'M JBH)KEHHUS B CYCTaBe, BTOpOE
COKpallaeT paaumyc BpaiieHus. Bmecre o0a 3THX M3MEHEHHUs 00€CHeYMBAIOT CYIIECTBEHHOE
yBEJIMUYEHUE YIIIOBOM MOABMXKHOCTHU. JlarepasibHas M oceBasi MOJBUYKHOCTh B MEPBYIO OUEPEIh
CBSI3aHBI C IIMPUHON COUJICHOBHBIX OTPOCTKOB B TPAHCBEPCATHHON MJIOCKOCTH U BO3MOKHOCTBIO
BbIX0/1a (haceTOK MOCT3UTarno(u30B 3a IPaHMIIbl MPe3Uranopu3oB MO3aqUISKAIIET0 MO3BOHKA.
Tak, 11 0CEBOr0 CKpPY4YMBAHMs STOT BBIXOJ COBEPLIEHHO HEBO3MOXEH B 3aMKOBBIX CyCTaBax
HOSICHUIIBI W, HAOOOPOT, SBISETCS JOCTATOYHO OOJIBLIMM JJIsl TaHTeHIMAJIbHBIX CYCTaBOB
KpaHUAJIbHOHN YaCTH TYJIOBHUIIHOTO OT/I€a T03BOHOYHHKA.

B xone oOocHoBaHMsi Mozenu ObIO TOKa3aHO, YTO CTPOEHHE CYCTaBOB MEXIY
COYJICHOBHBIMU OTpPOCTKaMH (3uramno¢usamu) sBisercs Oojnee BaKHOM J1eTepMHHAHTOMN
MEKI03BOHKOBOM IMOABUKHOCTH, YEM NIPUHAIEKHOCTH K TOMY WJIM HHOMY OTJIETY I03BOHOYHOTO
cTo0a, KOTOpbIE TPAJUIMOHHO OMNpPENENSIOTCS MO0 pa3BUTHIO pedep. bpuio mokazaHo, 4ToO
panuanbHas (BMECTO OOBIYHOM TaHTE€HLIMAJIbHOW) OpHeHTalnus (paceTok 3urano@us3oB B MEPBOM
tynoBuiiHoM cyctaBe (T1-T2) cBsizana y jomaneil u xupada ¢ CyIIECTBEHHO IMOBBIIIEHHOM
HOABMKHOCTBIO B CaruTTAIbHOM M (POHTAIBHOW IIOCKOCTSAX, YTO TIO3BOJIIET HApacTHUTh
MOJBMKHOCTh IIIEM 3a CUET IEpPBOro TYJIOBHUIIHOTO cycTaBa. bblja BbICKazaHa THIOTE3a, YTO
U3MEHEHUE OpHeHTauuu (HaceToK 3Uranopu3oB B TYJOBHUIIHON YacTH IO3BOHOYHHKA Y
MJIEKOTIUTAIOMMX (OT paguaibHOTO THUIMA K TAHTCHLIMAIbHOMY) CBSI3aHO C JIOKOMOLIMEH.
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TaHreHIMaIbHBIE CYCTaBbI TPYIHOTO OT/IeJIa CIIOCOOHBI K 2P(PEKTUBHOMY O0CEBOMY CKPYUHUBAHUIO.
KitroueBoii (hyHKIHEH poTaluy Py TaJIoNe SIBISIETCS BOZMOKHOCTD BpallaTh MapacaruTTalbHYIO
MJIOCKOCTh MEPEIHUX KOHEYHOCTEW B Ty WJIM HMHYIO CTOPOHY OTHOCHTEIIBHO TaKOBOW 3aHUX
KOHEYHOCTEH, YTO TTO3BOJISICT MJICKOITUTAIOIIUM JIOBKO MAaHEBPUPOBATh BO BpeMs Oera.

b1 poBenieH mepBbIil MTUPOKOMACIITAOHBIH aHATN3 MEKITIO3BOHKOBOMW IMOJIBM)KHOCTH HA
BCEM MPOTSKEHUU MPEAKPECTIOBON YaCTH MO3BOHOYHMKA Y MIIEKOMUTAIOIMIUX. DTO MO3BOJIUIO
YCTAHOBUTH  AJUIOMETPUYECKYIO, TaKCOHOMHYECKYIO, JKOJOTHUYECKYI0 M JIOKOMOTOPHYIO
cieniuKy TMO3BOHOYHMKA Ha TMPUMEPE KOMBITHBIX MIICKONUTAOMMX. IIpoBemeHHOe
uccienoBanre oxparbiBaeT 78 BuUIOB M3 10 cemelictB mapHo- u 15 BUIOB U3 3 ceMENCTB
HEIMAPHOKOIBITHBIX.

beuto MoOKazaHO, YTO C YBEJIMYEHUEM OTHOCUTEIBHOW JUIMHBI IIEHHOrO OTHEeJa
MO3BOHOYHHMKA MPOUCXOAUT YBEIUYCHHE €ro TMOKOCTH B CAruTTajbHOW M TOPU3OHTAIBHOU
IUIOCKOCTSIX. TakuMm 00pa3oM, y KOTMBITHBIX MIICKOMHUTAIOIIMX, YeM JJIMHHEE Iiesi, TeM Ooee
THOKUM MaHHMITYJIATOPOM JUIS B3aUMOJICHCTBHSI CO Cpefoid oHa sBisiercsa. [lpu  3Tom
AJUIOMETPUYECKUM POCT TeJla HE CO3/IaeT OTPAaHUYCHHH JIJIsl YBEJIIMUEHUS TTOJIBXKHOCTH 1ieu. Tak,
HauboJee UIMHHBIE U TOABIKHBIC MIEHHBIE OT/IENbI XapaKTePHbI 711 TAKUX KPYMHBIX KUBOTHBIX
Kak >kupadbl, BepOMonpl 1 jgomaad. HanpoTus, s miae3noMop@HBIX 10 cBoeld Mopdosoruu
MAPHOKOIBITHBIX (CBUHEH, OJICHBKOB) XapaKTepHA KOPOTKAs U JIOCTAaTOYHO MAJIOMO/IBHIKHAS TIIEs,
OCHOBHA$ YaCTh MOJABMKHOCTU KOTOPOUM MIPUXOJUTCS HAa CYCTaBbl MKy TOJIOBOU U aTjaHTOM, U
aTmaHToM U snuctpodeem. Ha mpumepe HEOONMBIIOrO MCKOMAEMOTO dKBouAa Arenahippus wu
COBpPEMEHHBIX JIOIIAUHBIX OBLIO MOKa3aHo, YTo Iest coBpeMeHHbIX Equidae siBnsieTcss 3aMeTHO
OoJiee THOKUM MaHUITYJISITOPOM, YEM Y MX MaJI€OT€HOBBIX MPEKOB.

B pesynbrare mpoBemeHHON palOTHl TOKa3aHa KOMIUIEKCHas (YHKIMOHAIbHAS POJb
TPYIHOTO OTAENIa y KONBITHBIX. OH OTHOBPEMEHHO SIBJISIETCA: KECTKOM ONMOpOW I NepeaHeu
YacTH TYJIOBMILA, TOJOBBl M II€H; OPraHOM MOIIOIIEHUS] KUHETHYECKOM SHEPruM Tella IMpHU
MPU3EMJICHUH Ha TepeJHUe KOHEYHOCTH; OTBEYAeT 3a BpallleHHE TIUIOCKOCTH TMEePEeaHUX
KOHEUHOCTEH OTHOCHUTEJIHHO TAKOBOW 3aJHUX, UYTO MCIOJB3YETCS MIICKOMUTAIOIMUMH TIPU
MaHEBpUPOBAHUU; KayJajbHas 4acTb IPYJHOTO OTIEJa Y HEKOTOPhIX BUJOB MapHOKOMBITHBIX
MOJKET aKTMBHO 33JIeiCTBOBATHCS B CATUTTAILHOM CTHOAHUU-PA3THOAHUH BMECTE C TIOSCHUIHBIM
OTJIEJIOM BO BpeMs Tajiona, a Crenu(uieckoe MopcalibHOE BHITMOAHWE B KPaHUAIBLHOW YacTH
TPYIHOTO OT/IeNIa, BEPOSITHO, MOYKET 3a€HCTBOBATHCS BO BpeMsI BCIUIBITHA y 6eremoTa. HacTonmbko
pa3HOOOpa3HbId MepeueHb 3a]lad, BBHIMOTHSAEMBIX TPYIHBIM OTIEIOM, OOBSICHSET, MOYeMY,
HECMOTpPsI Ha BIEYATISAIONIEE YITHHEHHE OCTHCTHIX OTPOCTKOB IO3BOHKOB B O0JACTH XOJKU Y
KPYIHBIX KOTIBITHBIX, OH HUKOT/[a TIOJTHOCTBHIO HE TEPSET BHYTPEHHIOK TOJBMKHOCTH (UTO MOTJIO

OBl IPOUCXOJUTDH 3@ CYET CPACTAHMSI IO3BOHKOB JIPYT C APYTOM ISl YBEIHUUEHUS KECTKOCTH).
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[ToABMIKHOCTE TMOSICHUYHOTO OTZE€Na CIUHBl B CAaruTTaJbHOW IIOCKOCTH AKTHUBHO
3ajeiicTByeTcss BO Bpems raioma. Ee pa3max y KONBITHBIX OKAa3aJiCsi HEOXKUJAHHO BEJIHK H
JIETEPMUHUPOBAH JIByMs IJIaBHBIMH (PaKTOpaMU: pa3Mepamu Tejia (aUIOMETPUYECKUM POCTOM) U
dbopmoii 6era (1oKoMOTOpHOM crienudukoii). [TomyueHHbIe JaHHBIC CBHIECTEILCTBYIOT O TOM, YTO
npeayioxkennoe [1I1. 'amGapssHoM pasjieneHue KONBITHBIX U XMIHBIX KaK JOPCOCTa0MIIBHBIX U
JIOPCOMOOMIIBHBIX  OErYHOB, COOTBETCTBEHHO, SIBIISIETCS yrpolieHueMm. lloaBmwKHOCTH B
MOSICHUYHOM OT/IeJIE U TIOSICHUYHO-KPECTILIOBOM CYCTaBe y MHOTHX MEJIKHX U CPEIHUX TI0 pa3mMepy
IApHOKOMBITHBIX HAXOJUTCS HAa YPOBHE COBPEMEHHBIX XHIIHbIX. HampoTus, OOJBIIMHCTBO
KPYIHBIX KOIBITHBIX IEHCTBUTEIBHO SBISIFOTCS JOPCOCTAOUIBHBIMU )KMBOTHBIMH; B OCOOCHHOCTH
3TO KAacaeTCsl HEMTAPHOKOIBITHBIX.

BriepBrie Obu1a MOCTPOCHA MOZIETH PETPECCUH MEKAY MOABIKHOCTBIO B MEKITO3BOHKOBOM
CycTaBe M Maccoi Tena (Ui MOSCHUYHO-KPECTLOBOIO CycTaBa). Mojelb MOKa3bIBaeT, UTo C
YBEJIMYEHUEM pa3MepoB Tella CAaruTTalbHas NOABMKHOCTh B IOSCHUYHO-KPECTIIOBOM CYCTaBe
yYMEHBIIAETCS. Y CaMbIX KPYIHBIX KOMBITHBIX OHA JIMIIb HE3HAUYUTEIbHO BHINIE, YeM B
NPEAMIECTBYIONIMX  BHYTPHUIIOSICHUYHBIX ~ CcycTaBaX. braromapss aHanm3y — TOABBIOOPKH
HapHOKOIBITHBIX CPEJTHETO pa3Mepa OblIO MOKA3aHO, YTO B OAHOM Pa3MEPHOM Kjlacce MOSICHUYHO-
KPECTILIOBasl CaruTTajbHas IOJBMKHOCTb CHJIBHO BapbUPyeT W 3aBUCUT OT JIOKOMOTOPHOM
cnenudukn (ucmonpzyeMoil hopmbl Oera). ber mpbDKKOBOH M MPBDKKOBO-CKOPOCTHOM (POPMBI
CBSI3aH C YBEJIIMYCHHWEM OTHOCHTEIBHOHN UIMHBI M CAarUTTAbHOW TMOKOCTH TOSICHUYHOW YacTH
cnuHbl. Hanpotus, ckopocTHas popma Gera, mpu KOTOPO CKOPOCTh rajiona yBeIMYUBAeTCs HE 32
CUeT yBEeJIMYEHUS JUIMHBI CKAYKOB, a 3a CUET YBEJIIMUYEHUS YacTOTHI I1aroB, XapakTepu3yeTcs Oonee
HHU3KOH CaruTTAJILHON MOABUKHOCTBIO MOACHUYHOM 00acTh. beuto mokasano, uto Bec B 200-300
KI' SIBJIIETCS BEpXHEH rpanuueil s npbbkkoBoi, a 200-400 xr /i NpbLKKOBO-CKOPOCTHOM
dopmbr Oera. [Ipu nanbHelIeM yBEIWYEHHUU Pa3MEPOB MApPHOKONBITHBIE MEPeXoAsT K Ooiee
HSKOHOMHUYHBIM (opMaMm Trajomna, TakUM Kak HodyTsbkenas (opma Oera, xapakTepHas Ais
COBPEMEHHBIX OBIUBUX.

[Tony4yenHnsie B paboTe pe3yibTaTbl CBUAETENBCTBYIOT O TOM, YTO JIOMIATH, KOTOPBIX
IPUHATO PaCCMAaTPHUBATh B KAUECTBE CAMOTO XapaKTEPHOT'o MpUMepa JOPCOCTaOMIbHBIX OEryHOB,
0o0/laatloT  caMbIM  TOABMJKHBIM ~ TOSCHUYHBIM  OTAEJIOM CpelId BCEX COBPEMEHHBIX
HETTapHOKOIBITHBIX. MOP(OIOTHST HAXOMAIHMXCS B KayAaJTbHON YaCTH CITMHBI 3aMKOBBIX CYCTaBOB
3UTAroQu30B y JOmIaneil 3HAYUTEIHHO MPOIIe, YeM Y WX NaJICOTCHOBBIX MPEIKOB W JIFOOBIX
COBPEMEHHBIX NAPHOKOMBITHBIX. Y TalMPOB U HOCOPOT'OB MOABHKHOCTB MOSCHUYHOTO OT/IeNIa eIlie
HIDKE, @ 3aMKOBBIMH (MJIM CKOpee paJualibHbIMU, KaK B IlIe€e) SBIAIOTCS TOJIBKO MOCIEIHUE OJJUH
WIH JIBa TPEIKPECTIOBbIX cycTaBa. OTHOcHUTENbHAS JUIMHA MOSCHUYHOM obmactu y Equidae u

Tapiridae HaxoguTCS Ha OJHOM YPOBHE C CaMbIMU KOPOTKHMHU TMOSCHUYHBIMH OTIENIaMU Yy
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MapHOKOMBITHBIX, a y Rhinocerotidae oHa camasi KOpoTKasi Cped BCEX M3YYCHHBIX KOMBITHBIX
00oux oTpsanoB. KpynHeiiiiye ranonupyroiiye )XuBOTHbIE — HOCOPOTH, OKa3aJIMCh KOMBITHBIMU C
HAMMCEHEE ITOABM>KHBIM B CATHTTAJIBHOM IIJIOCKOCTH IMOSCHUYHBIM OTJICIIOM CIIUHBI. YCTAHOBIICHO,
YTO MEJIKME DOIICHOBBIC NMPEAKH HOCOPOTOB M JIOIIAJACH MMEIH OOJbIICe YUCIO MOSICHUYHBIX
MO3BOHKOB M 3aMKOBBIX CYCTaBOB, a Takke Oosiee IIMHHYIO ToscHHIY. CaruTraabHas THOKOCTh
MOSICHUIIBI Y HUX ObLIa B 2-3 pas3a BHINIE, YeM y COBPEMEHHBIX TAIMMPOB U HOCOPOTOB. ITO
YKa3bIBa€T Ha TO, YTO JOPCOCTAOMIIBHOCTH SIBJISICTCSI IMPOW3BOIHBIM COCTOSHHUEM  JUIS
HETMApPHOKOIBITHBIX W ABOJIIOIMOHUPOBAJia KOHBEPIEHTHO BO BCEX TPEX COXPAHHUBIIMXCS
ceMelcTBax.

Brickazano mnpennonokeHwe, YTO YBEIUYEHHE YMCIIa MPEAKPECTIOBBIX IMO3BOHKOB (B
cpemHeM +5 TpPyOHBIX [O3BOHKOB) W TIOHIDKCHHAs CAaruTTalbHAas THOKOCTh CIHHBI Y
HEMAPHOKOIBITHBIX MOTYT OBITh CBSI3aHBI C IMPHUHIIMIIOM IE€PEBApUBAHUS UMU PACTUTEIHHOU
nun. [ BceX COBPEMEHHBIX HEIApHOKOIBITHBIX XapakTepHa (pepMeHTamus IeJTI0I03bI B
TOJICTOM KHIIICYHHKE, B OTIUYHE OT (PEPMEHTAIIMH B CIIO)KHOM KEIyIAKES y MapHOKOIBITHBIX.
VYBenuueHue MacChl KHINEYHOW YacTH THUIIEBAPUTEILHOW CHUCTEMBI, KOTOpOE HEn30ekKHO
COMPOBOXKAAET aJANTAlUI0 K MepepaboTKe LEJUTIONO3bl, MPUBEIO K YBEIHMYEHHUIO KECTKOCTU
CIIUHBI, KOTOPAasi BBIMOJHSIET Y HEMapHOKOMBITHBIX CKOpEe MOAJIEPKUBAIOIILYIO POJib, YEM POIIb

AKTHUBHOI'O YYaCTHHUKaA rajola.
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BbIBO/bI

1. PazpaboTanHas MEXaHHCTHYECKAsk MOJICITb MEKITIO3BOHKOBOTO CYCTaBa MJICKOTMTAOIIIX
MO3BOJISIET C JIOCTATOYHO BBICOKOW TOYHOCTBHIO PACCYMTHIBATH IO TIPOMEPAM CYXHUX CKEJIETOB BCE
TPHU COCTABJISIFOIINE MOIBMKHOCTH (CarMTTAIBLHYIO THOKOCTS, JIaTepaIbHYI0 THOKOCTh M OCEBOE
CKpYYUBAHUE) ISl KAXKIOTO M3 TPEX THIIOB CYyCTaBOB COWICHOBHBIX OTPOCTKOB B IIIEHHOM,
TPYIHOM M TOSCHUYHOM OTJENIaX IT03BOHOYHUKA MIICKOIUTAIOIMNX. BaluaHOCTh Momenu
OCHOBaHAa Ha e¢ KaJuOpOBKE IO JaHHBIM SKCIICPUMCHTAIBHBIX HCCICIOBAHUN CKEJICTHO-
CBSI30YHBIX MPEMapaToOB YEJIOBEKA M TPEX BUAOB JIOMAITHUX MAPHOKONBITHBIX U MOATBEPIKIACTCS
CTaTHUCTUYCCKUM aHAH30M.

2. T'paHunel QyHKIMOHAIBHBIX MOJpa3JeieHuid (MOIyJeH) TO3BOHOYHUKA B TIEPBYIO
oyepellb CBS3aHBl C HW3MEHEHHWEM THUIIA CYCTaBOB COWICHOBHBIX OTPOCTKOB. OCHOBHBIMHU
(GYHKIHMSIMA MOJYJICH CITHMHBI SIBJISIFOTCS: MAHHUITYJISIUS 32 CUST CATUTTAIBHON W JlaTepaibHON
THOKOCTH I WICWHOTO OTJ/Iela; MaHEBPUPOBAaHWE 3a CYET OCEBOTO CKPYUYHBAHUS IS
KpPaHHAJIbHON YaCTH TYJIOBHUIIHOW O0JIACTH; CAarMTTaIbHAS THOKOCTh IPH TaJIONe I KaylalbHOM
YaCcTH TYJIOBHUIIHOM oOnactu. KaynanpHas rpaHuiia MeHHOTO MOIYJISi MOXKET CIIBUTATHCSI HA OJIMH
CycTaB Ha3aj JUisl TIOBBIMICHUS TOABM)KHOCTH Mieu. KpaHuWanmpHas TpaHHWIAa MOIYIIS,
UCTIOJIb3YEMOTO TIPH TaJiole, BapradelbHa U CBS3aHa C JIOKOMOTOPHOM CIIeI(HKOM.

3. AMIUTUTYa TIOJIBHYKHOCTH B PA3JIMYHBIX YacTAX MO3BOHOUYHUKA Y PA3HBIX BUJIOB MApHO-
¥ HEMAPHOKOIBITHBIX MOXKET pa3nuuarhes B 2-3 pa3a B 3aBUCUMOCTH OT MJIOCKOCTH JBHKEHUS, a
MOJIBMKHOCTh B KOHKPETHBIX CyCTaBax jAaxke Ooibiie (B 7 pa3 sl CaruTTaJIbHOW THOKOCTH B
MOSICHUYHO-KPECTIIOBOM CYCTaBe).

4. HauGonpliue aMIUTMTYIAbl CArUTTaNIbHONM THOKOCTH W pa3Max €€ HM3MEHYMBOCTU
MPUYPOYCHBI K MIEHHOMY OTIENY U MOSICHUYHO-KPECTIIOBOMY CyCTaBy; JaTepalbHON THOKOCTH —
K [IEHHOMY OTJENly; OCEBOTO CKPYYHMBAHUS — K TAHTCHIIMAIBHBIM CyCTaBaM TYJIOBUIITHOW YacTH
MO3BOHOYHHUKA.

5. VYBennyeHne THOKOCTH IIEH Y KOIMBITHBIX KOPPEIHUPYET C YBEIMUCHUEM €€ JUTHHBI (U
JUTMHBI KOHEYHOCTEH), TOCTUTAETCS Pa3TUYHBIMU MOP(HOIOTHYECKUMH aalTallsIMU B Pa3HbIX
CeMEeHCTBaX M HE 3aBUCUT OT pa3Mepa KHUBOTHOro. CaruTTanbHas THUOKOCTh TOSCHUIIBI
(TOPCOMOOMIIBHOCTH) CYIIECTBEHHO BBINMIE Yy 00JIe€ MEJIKUX KOMBITHBIX, aJallTUPOBAHHBIX K
MPBDKKOBEIM (popMaMm rajona. Y 0oiee KPYIMHBIX BHJIOB 3Ta MOABMKHOCTH, HAO0OPOT, HUXKE, U
OHM HUMEIOT TEHJEHIIMI0 K Tepexoqy Ha QOpMbl Tajomna, XapaKTepU3YIONIHeCcs MEHbIIeH
AMIUTUTYION CarMTTaIbHBIX JIBIKEHUH.

6. BONBIIMHCTBO KPYHHBIX MAPHOKONBITHBIX W BCE COBPEMEHHBIC HEITAPHOKOIBITHBIC
SIBIITIOTCS.  JIOPCOCTAOMIIBHBIMU  JKHBOTHBIMH, B COOTBEeTCTBUM C Kiaccupukanmend [T1.I1.
['ambapsina. OHaKO MHOTHE MENKHE U CPeIHHE MO pa3Mepy MapHOKOMBITHBIE, a TAKXKE MEIKHE
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MaJICOr€¢HOBBIC MPEAKOBBIC HCIIAPHOKOIIBITHBIC HE YCTYIIAIOT B CArMTTAJIbHOM THOKOCTH CIIUHBI
XHUIIHBIM U ABJIAIOTCA I[OpCOMO6I/IJILHBIMI/I q)OpMaMI/I.

7. YBenumueHHe 4YHCiIa TYJIOBHIIHBIX ITO3BOHKOB Y HCHAPHOKOIIBITHBIX HE CBA3aHO C
YBCIUYCHUEM IIOABHKHOCTH. HaHpOTI/IB, CIIMHAa OJOTHUX JXWUBOTHBIX ABJIICTCA CPABHUTCIIBHO
JKECTKOH 1 MaHOHOﬂBH)KHOfI, B IICPBYIO O4YCPCAb B CaruTTaJIbHOM INIOCKOCTHU. YBEIIMUYCHHUE YKciia
IIO3BOHKOB M BBICOKAas IIOpCOCTaGI/IJIBHOCTB, BCPOATHO, CBA3AHBI C ajanTanuei K (bepMeHTaLII/II/I

OCJIIKOJIO3bI B TOJICTOM KHIIICYHUKE.
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3aJuBKa TA0JMII

MNPUJIOKXEHMUE 1

Her MOACIBHBIX JAaHHBIX

0-1SD
1-2SD

bonee uem 2 SD, HO MeHee 5 rpamycoB
Bonee uem 5 rpagycos, Ho meHee 2 SD

[Ipo6nemuslii cycras: 6osee yuem 2 SD, Gonee yem 5 rpamycos

_— UcknroueHHblil cycTaB

Ta6auna 1. [IpoGiemupie cycTtaBbl. PazHuiia Mex 1y MOAeIbHBIMU U paccuuTaHHbIME 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 [ 3 [ 4 [ 5 1 3 4 5
c2-C3 308 035 | 218 006 -175 414 292 2,25
C3-C4 036 031 156 0,36 4125 -141 117 -0,34 153 -0,84 1,05 145 1,30
C4-C5 033 [249 -163 -118 -067 | 1,94 073 303 475 280 028 [375 1,89 2,32
C5-C6 0,82  -230 004 -004 -1,13 | -0,35 1,97 1,32 246 -299 2,85 1,33 -3,15
C6-C7 -1,11 107 [ -258 -344 -2,07 EraEEOE 375 -1,13 -3,29 2,26  -1,58 | -4,84
C7-T1 -1,85 -374 -038 022 2,65 2,66 0,90
T1T2 -0,48 2,67 | 263 141 36O 167 3,04  -305
T2-T3 100 191 128 100 233 285 121 | -228 057 -1,00 -072  -0,07 & -2,07
T3-T4 236 -042 -004 -025 109 |-168 061 218 133 014 -139 -125  -0,86 -0,42
T4-T5 058 -0,30 | 200 1,66 067 224  -065 | -168 1,25 [205 -071 071 -146
T5-T6 009 [-175 -041 -147 -053 | 262 -110 047 -145 -157 | 241  -156  -1,31 | -2,07
T6-T7 054 | -154 -172 -119 -145 |-207 -096 038 041 | 067 069 |-1,85 -1,58 | 207  -1,20 = -1,80
T7-T8 193 031 122 024 114 |-243 -144 047 -178 | -054 011 |-064 -143 -050  -159 -0,93
T8-T9 021 -073 025 -070 030 |-264 -323 -043 -096 | 028 065 |175 081 128 0,37 | 3,19
TO-TI0 | -159 -069 -096 -0,08 -0,01 141 028 135 | 021 100 | 220 189 244 AN 217
T10-T11 | -0,86 045 254 142 059 | 2,06 -1,77 | 3,63 -2,12 | 0,12 | 2,22
T11-T12 | 007 -098 -199 -095 152 | -1,01 -0,69 ' -243 -308 | 044 113 | 146 | 222 PR&RZNNNAION 2,72
T12-T13 -1,77 -064 | -338 -355 235 180 | 106 038 037 291 1,23
T13-T14 0,65 -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 |186 165 |-1,12 -009 -122 012 | -287
L2-L3 133 297 -049 049 232 |-18 -1,30 031 -1,85 | 1,03 147 |-020 -177 0,79 001 0,02
L3-L4 118 828 -002 021 105 |-077 102 152 129 |118 120 | 088 023 | 1,90 044 0,32
L4-L5 -161  -002 [ -373 -174 -124 | 271 -197 -071 171 036 | 035 -012 0,99 123  -0,19
L5-L6 -0,44 24300 -0,83 PENEE 150 | 1,14 015 2,72 1,09
L6-L7 -2,26 2,04  -2,08 i
L-S1 0,13 RSN 1,49
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Ta6auna 2. [Ipo6remusie cycTaBbl. Paznuiia Mexay MoaeIbHBIMU U paccunTanHbiMA SB aROM
B ynucie SD. OcranbHoe Takke Kak B Tadnuiie 1.

Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries

1 J2 3 Ja s 1 3 4
C2-C3 175 020 1,24 003 -0,99 121 0,85
C3-C4 020 018 089 021 [B2E2W -036 -041 -0,34 -0,10 045 -025 0,31 0,42
C4-C5 019  -142 -093 -067 -038 | 057 021 088 138 082 008 [ 1,09 0,55
C5-C6 046  -131 002 -0,02 -0,64 | -0,10 0,57 0,38 072 -0,87 0,83 -0,39
C6-C7 063 061 | -147 -19 -1,18 G ol -109 -0,33 09 [EWTM 066  -046
C7-T1 054 -109 -011 0,06 038 -0,08 0,77 0,77
T1-T2 -0,33 1,82 | 157 084 1,00 -1,90 182 -182
T2-T3 069 131 08 069 160 21,70 0,73 | -1,37 034 -060 -043  -0,04
T3-T4 161 029 -003 -017 0,74 |-100 036 131 0,80 -008 -083 -0,75  -0,52
T4-T5 039 -020 137 113 046 1,34 -0,39 | -1,01 075  -123 -042 043
T5-T6 006 ' -120 -028 -100 -0,37 | 1,57 -0,66 028 -0,86 094  -144 -093  -0,79
T6-T7 037 -105 -1,17 -082 -099 |-124 -057 023 024 |040 041 |-1,11 -095 | -124  -0,72
T7-T8 132 021 083 016 078 |-146 -0,86 028 -1,07 | -033 006 |-038 -08 -030  -0,95
T8-T9 015 -050 017 -048 021 |-158 -1,93 -026 -058 |017 039 | 1,05 048 0,77 0,22
T9-T10 | -109 -047 -066 -0,06 -0,01 084 017 081 | 013 060 | 131 113 146
T10-T11 | -059 031 174 097 040 |-1,08 -094 | -1,92 -142 | 007 | 1,33
T11-T12 | 005 -0,67  -1,36 -0,65 | 1,04 | -054 -036 -129 -163 |026 067 | 077 | 117 I2EZZIN
T12-T13 093 -034 | -1,78 -188 [124 09 |056 020 019 1,54
T13-T14 034 -028 -0,50
T-L1 1,20 -1,10 -0,67 | 043 |10 082 |001 -057 0724 0,03
L1-L2 065 043 078 -007 4109 |-017 029 -023 028 |098 087 |-059 -005 -064 006
L2-L3 062 139 023 023 [ 109 |-095 -069 017 -098 |054 078 |-010 -093 042 0,01
L3-L4 055 | 154 -001 010 049 |-041 054 080 068 |062 063 |047 012 | 101 0,23
L4-L5 076 -001 [-175 -0,82 -058 |-143 -104 -037 090 019 |019 -006 053 0,65
L5-L6 0,23 2227 -0,44 P 079 | 060 -0,08 1,44
L6-L7 -1,19 21,08  -1,10
L-S1 -0,06 PR 0,70

5
0,65
0,38
0,68
-0,92
-1,41
0,26

-1,24
-0,25
-0,88
-1,24
-1,08
-0,56
1,91

1,30

1,44
0,65

-0,85
-1,51
0,01
-0,17
-0,10
0,57

Ta6auua 3. [Ipobnemurie cycTaBsl. Pa3auiia Mexay MoaensHbIMH U paccuuTanHbiMu LB aROM
B rpagycax. OcrajabHOe Takke Kak B Tabmuie 1.

Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries

1 J2 3 a4 s 1 [2 3 Ja 1 2 3 [4 |5
c2-C3 230 044 055 016 -009 | 1,66 -107 -2,04 -154 -1,08 | 245 417 383 -3,92
C3-C4 1,03 -009 081 105 | 1,86 | -1,57 FE3)88% -0,95 -1,20 091  -346 -321 =346 -3,12
C4-C5 076 -1,30 -005 072 099 |231 -059 336 296 239 29 [HE 2,05 | 3,10
C5-C6 093 -163 083 077 -030 | 042 PEEeH 064 028 037 240 PFE 159 -1,98
C6-C7 010 094 -117 -124 -067 | -301 14341 092 123 025 -146 288  -090 -182
C7-T1 157 -124 324 318 IRV RVIl 1045 106
T1-T2 250 -1,79 -198 -172 -185 092 -0,05 345 481 PE 3 9
T2-T3 117 -0,85 -106 -053 -0,06 |-205 -097 030 037 209 -208 | -436 106 -271
T3-T4 211 -185 -176 -218 -133 | 209 206 038 09 075 0,78 0,10
T4-T5 069 -0,80 | -181 -064 -139 |-250 013 186 029 295 | 374 492 0,02
T5-T6 -1,09 -105 -0,92 | -167 -150 | 479 002 047 -0,64 599 166 3,33 344 180
T6-T7 159 -199 -249 -156 -261 | 015 | -1,78 -114 -055 | 156 @ -111 | 405 247 | 477 2,95 081
T7-T8 082 0,68 149 0415 | 019  -228 -261 -233|-097 -086 |179 -079 145 126 021
T8-T9 157 002 162 097 097 |-08 -1,60 -3,05 -1,04 | 014 -074 | 071 011 -1,02 1,29 2,38
TO-TI0 | -062 -009 -102 106 -1,27 302  -1,30 (301 |203 023 |207 018 084 0,04 2,00
T10-T11 | -042 045 081 027 | 155 | 043 | 356 -1,79 1,78 | 063 0,39
T11-T12 | 090 -0,38 -0,15 -0,69 199 | 167 051 | 288 -235 |-005 0,90 241 -062 |-385 -032
T12-T13 147 054 | -200 -223 [251 120 | 019 -0,09 -1,43 | -201 096
T13-T14 0,64 -0,27 2,17
T-L1 038 -008 [-1,99 -083 |245 -046 | -144 -134 [ -310 -2,83 -093
L1-L2 069 132 -026 -034 050 |-029 076 -164 044 | 066 064 032 |-220 -355 -182
L2-L3 287 -213 -3,83 -348 -0,89 | 1,07 102 -095 PPEZal 039 -168 | 290 151 -026 004 032
L3-L4 021 -049 | -239 -046 090 |20l 200 005 -002|037 -005]|267 107 | 215 188 1,38
L4-L5 073 -139 -029 380 -090 | 050 132 -054 109 032 | 359 336 178 121 [ 2,14
L5-L6 -1,21 079 -161 317 123 [M40500 362 1,99 1,26 | 1,98
L6-L7 3,45 2,10 323 342
L-S1 2,96 007 [234 195
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Ta6auna 4. [Ipo6nemupie cycTaBbl. Paznuiia Mexay MoaeIbHBIMU U paccuuTaHHbiMA SB aROM
B ynucie SD. OcranbHoe Takke Kak B Tadnuiie 1.

Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries
1 J2 3 Ja s 1 [2 TJ3 TJa 1 [2 T3 [4 5

C2-C3 125 024 030 009 -005 091 -059  -1,11 -0,84 0,46 | -1,03 1,76 1,62 -1,65
C3-C4 056 -005 044 057 | 101 | -086 MEZ0G8M 052 -0,65 038 -146 -135  -146 -132
C4-C5 041 -071 -003 039 054 | 126 -032 18 161 101 125 RN 086 1,31
C5-C6 051 -0,89 045 042 -0,16 | 0,23 035 0,16 -0,16 | 1,01 5 0,67 -0,84
C6-C7 005 051 -064 -068 -037 |-164 02860 050 067 011 -061  -121  -0,38 -0,77
C7-T1 086 -0,68 176 191 0,89 4.46 6
T1-T2 1,62 -116 -1,29 -112 -1,20 0,60 -0,04 1,42 PR 143 :
T2-T3 076 -055 -0,69 -0,34 -004 |-133 -063 0,19 062 -062 | -129 031 -0,80
T3-T4 1,37 -120 -1,14 -141 -086 | 1,36 134 011 028 022 0,23 0,03
T4-T5 044 -052 | -118 -042 -090 |-162 0,09 009 087 111 146 0,01
T5-T6 071 -068 -059 | -1,08 -097 | 1,16 0,01 1,77 | 049 098 1,02 053
T6-T7 21,03 129 -161 -101 -169 | 010 [ -115 -074 -036 | 101 -0,72 | 120 073 | 141 087 0,24
T7-T8 053 044 097 010 |013 | -148 -169 -151 |-063 -056 | 053 -023 043 0,37 0,06
T8-T9 102 001 105 063 063 |-056 -1,04 -1,98 -067 | 009 -048 | 021 003 -030 038 0,70
TO-TI0 | -040 -0,06 -0,66 069 -0,83 19 084 195 | 131 015 | 061 005 025 001 059
T10-T11 | -027 029 053 018 | 101 | 022 | 184 -093 092 |04l 025
T11-T12 | 058 -024 -010 -045 129 | 086 026  -1,49 -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 0,20 -0,04 [-1,03 -043 | 127 -024 | -074 -069 | -161  -146 -048
L1-L2 036 068 -014 -017 026 |-015 039 -08 023 | 034 033 016 |-114  -183 -0,94
L2-L3 149 -110 -1,98 -180 -046 | 055 053 -049 [F¥Ggl -020 -087 | 150 078 -0,13 002 0,16
L3-L4 011 -026 | -124 -024 046 | 104 104 003 -001 | 019 -0,03 | 138 055 | 111 097 0,72
L4-L5 038 -072 -015 19 -046 | 026 068 -0,28 057 017 | 1,86 1,74 0,92 062 | 1,11
L5-L6 0,63 041 -084 1,64 064 [24008 187 1,03 065 | 1,02
L6-L7 1,79 1,09 167 1,77
L-S1 153 004 [121 101

Ta6auua 5. [Ipodinemurie cycTaBbl. Pa3Huiia Mexay MOAENbHBIMH U pacCYUTaHHBIMU AR

aROM B rpagycax. OcranpHoe Takxe Kak B Tadnure 1.
Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries

1 2 [3 J4 s 1 [2 [3 T[a 1 [2 3 4 [5

C2-C3 193 230 043 015 -089 | 171 262 311 343 074 -040 227 2,67 1,04
C3-C4 208 -022 -102 -1,80 -011 | 029 -007 175 0,60 1,80 -127 2,07 059 2,29
C4-C5 281 -244 -454 -365 -343 | 014 -005 075 076 -431 -403 -176  -297 -2,03
C5-C6 130 221 238 047 -017 | -006 046 006 090
C6-C7 408 340 161 195 037 | 021 077 124 1,00 .9.58
C7-T1 308 095 211 355 1,90
TL1T2 230 -158 -1,89 -149 -164 | 336 097 -0,06 349 -1670
T2-T3 173 -022 -055 003 064 |049 169 301 307 -3,47 -3,01
T3-T4 1,72 -144 -149 -176 -098 | 081 102 355 368 234 -082 -066  -031 -145
T4-T5 012 -024 -136 -008 -091 |-308 -020 154 043 403 -128 -070 026 | -397
T5-T6 -154 -154 -148 -219 -207 | 060 -112 -067 -1,72 071 [-379  -248  -190 -285
T6-T7 231 -275 [ 329 -229 | -344 | 030 -172 -116 -050 | 308 024 | -155  -3,34 -156 | 291 -4,36
T7-T8 055 -072 214 011 -130 | 119 -117 -157 -1,16 | -0,86 -0,77 | -052 | -3,64 -157  -1,37 -2,33
T8-T9 029 -133 024 -033 -044 |011 -048 -212 010 | 086 007 | -2,80 | -3,52 -447 245 -147
TO-T10 | -121 -065 -1,71 056 -1,87 141 288 171 | 434 246 | 212 342 335 389 -2,29
T10-TI1 | 020 1,02 144 089 208 [ -1,77 133 8240 -0,10 | 247 2,27
T11-T12 | 271 132 145 100 | 3,68 | -087 | -270 F477 -2,87 | 329 435 2,06 087 836N 159
T12-T13 0,10 -155 023 019 | 059 -0,99 -024  -200 1,02
T13-T14 1,32 -1,32 -1,76
T-L1 038 -08L [ -219 -099 | 243 005 |08 017 043 020 0,77
L1-L2 0,74 -045 -118 | -214 -1,08 | -1,56 -1,51 (3850 -1,20 | 2,12 094 | 167 064 41,20 -0,52
L2-L3 087 002 -079 -159 068 |125 013 -1,17 sl 121 007 |301 079 070 055 -0,13
L3-L4 0,94 -100 | 215 -179 -0,83 | 191 053 -103 -128 | 047 021 |18 -08 191 1,15 0,25
L4-L5 -188 -187 -038 188 -283 | 054 041  -167 022 -001 | 240 122 0,97 0,02 0,64
L5-L6 2,02 -060 -283 032 -1,35 [ 299 1,29 1,30 044 057
L6-L7 1,67 0,94 141 1,18
L-S1 1,14 1,05 -0,07 036
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Ta6aumna 6. [Ipo6memHubie cycTaBbl. PazHuiia Mexay MOIETbHBIMU U pacCuuTaHHBIMUA AR
aROM B uncne SD. OcransHoe Takke Kak B Tadmuie 1.

Cycras Homo sapiens Sus scrofa Bos taurus Ovies aries

1 J2 3 Ja s 1 [2 TJ3 TJa 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 -028 046 013 051
C4-C5 063 -055 [-1,02 -0,82 -0,77 | 009 005 023 025 0,97 -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
C7-T1 078 027 054 089
T1T2 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 -0,44 -071 -067 | 0,40 -027 -0,09 -0,50
T6-T7 075 -094 [-115 -074 | -122 | 031 -051 -030 -003 |139 024 | -048  -1,17 -046 | -1,00 -1,60
T7-T8 0,07 -014 09 019 -038 | 062 -028 -046 -027 |-020 -0,17 | -0,07 @ -1,28 -046  -0,39 -0,77
T8-T9 027 -038 023 002 -004|020 000 -069 022 |048 0,19 123 -161  -081 -042
TO-TI0 | -034 -011 -055 038 -0,60 032 [-101 o085 |189 1,13 -120 -116  -137 -0,73
T10-T11 | 022 053 071 049 094 [-1,10 083 [PE2020 -0,06 | 247 2,27
T11-T12 [ 121 065 068 052 [ 158 | -054  -168 12297 -1,79 | 329 435 [B209M -128 o054 [E2IGN 0,99
T12-T13 0,06 -0,97 015 0,12 061 -015 | -124 0,63
T13-T14 082 -082 -1,10
T-L1 024 -051 | -136 -062 151 003 | 053 011 027 012 048
L1-L2 046 -028 -074 | -134 -067 | -097 -094 0,75 | 1,32 059 [ 1,04 040 075 -0,33
L2-L3 054 001 -049 -09 042 |078 008 -073 JPEEEM 075 004 | 1,87 049 043 0,34  -0,08
L3-L4 058 -062 [-134 -112 -052 | 119 033 -064 -08 | 029 013 |114 055 119 0,72 0,16
L4-L5 21,17 117 024 147 -1,77 | 034 026 | -1,04 014 000 |149 076 0,60 0,01 0,40
L5-L6 126 -037  -1,77 020 -084 | 186 081 081 027 035
L6-L7 1,04 0,58 0,88 0,74
L-S1 0,71 066 -0,05 022
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MNPUJTOKXEHMUE 2

Taoauma 1. HapHOKOHBITHBIe, Y KOTOPBIX ITPOBEACHO UCCIICAOBAHNUEC ITOABUXXHOCTHU BCEX
MNPEAKPECTHOBLIX CYCTaBOB ITIO3BOHOYHHKA

CemeiicTBO Bun Howmep ITon |Bospact buom dopma Gera Juera
Phacochoerus africanus  |ZMMU S-171945| M ad OTKpBITHII Tapannas TpaBositHas
_ Sus scrofa domestica ZMMU S-106943 | N/A sad Jlec Tapannas Beesuuas
Suidae ZIN 16901 N/A ad Jlec Tapannas
Sus scrofa ZIN 10485 N/A ad Jlec Tapaunas Beestas
IEE 1633 N/A Jlec TapanHas
. Tayassu pecari ZIN 30967 N/A Tapannas
Tayassuidae 150 o i tajacu ZIN 32784 NA | Jlec Beesas
- . Choeropsis liberiensis ZMMU S-166224 | K ad [MomyBomHbIH JlucrosipHas
Hippopotamidae ZMMU S-138766 | N/A
Hippopotamus amphibius |ZIN 24305 N/A ad IMontyBOAHBIH TpasosiiHas
Camelus bactrianus ZIN 11173 X ad OTKpBITHII XonaynsHas CmenranHas
Camelus dromedarius ZIN 24636 M ad OTKpBITHII XopyspHast CwmelnaHHast
Camelidae  |Lama glama ZMMU S-106946 | N/A ad OTKpBITBIA XoayapHas TpasosaHas
ZMMU S-106955 | N/A OTKpBITBIA XoayapHas
Lama guanicoe ZMMU S-113400 | XK ad OTKpBITHII XoaynpHas P
ZMMU S-113046 M OTKpBITHIN XoaynbHas
Tragulidae Tragulus javanicus ZMMU S-175329 | N/A ad Tec Ipsokk.-Crop. Beesumas
Tragulus napu ZMMU S-197060 | XK ad IpsoKK.-CKOp.
Antilocapridae |Antilocapra americana  |ZIN 26877 N/A ad OTKpHITHII CkopoctHas | TpaBosaHas
ZMMU S-175340 | X ad XopynbHast
Giraffidae Giraffa camelopardalis |[ZMMU S-134443 | X juv OTKpBITHII XonpynpHast | JlucrosiaHas
ZIN 26970 M XoaynbHas
Okapia johnstoni RMCA 784 M ad Jlec XonynbHas JIucrosigHas
Alces alces ZMMU S-135337 | XK ad Jlec XonaynbHas JIucrosigHas
. Capreolus capreolus ZMMU S-117768 L M ad Jlec Mpeniic.-CROP. | 1r 10 st
Cervidae ZMMU S-117769 | XK Ipsikk.-Crop.
Cervus elaphus ZMMU S-149937 | M ad Jlec Ipsokk.-Crop. | CMmernanHas
Rangifer tarandus ZMMU S-111308 | N/A ad OTKpBITHII Ckopocthast | TpaBosyaHast
Moschidae  [Moschus moschiferus ZMMU S-191852 | M ad Jlec Mpsokk.-Crop. | TpaBosiaras
Antilope cervicapra ZMMU S-115392 | XK ad Otkpeiteiii | [peokk.-Crop. | TpaBosanas
Bison bison ZMMU S-107024 | M ad Otkpeiteit | TlomyTskenas TpasosHas
ZMMU S-102017 | XK Otkpeiteit | TlonmyTsikenas
Bison bonasus ZMMU S-193088 | M ad Jlec Tonytsokenast | CmenraHaas
Bos gaurus ZIN 8827 M ad Jlec Honytsokenas | JlucrosimHas
BoS taurus ZMMU S-102026 | XK ad Otkpeiteit | TlomyTskenas TpasosHas
IEE 1932 X Otkpeiteiil | TlomyTsikenas
Bubalus bubalis ZMMU S-102006 | M sad | Ilomysoxuerit | Ionytskenast | TpasosaHas
Capra falconeri ZMMU S-181396 | M ad Topsl IpeokkoBas | CmemanHas
Connochaetes gnou ZMMU S-180906 | XK ad OTKpHBITHIH CkopocTtHast TpasosyHas
ZMMU S- 155771 N/A ad CkopocTHas
Gazella subgutturosa ZMMU S-150883 | M ad Otkpsiteiii | Tpbokk.-Ckop. | CMemianHas
Bovidae Hippotragus niger ZMMU S-163601 | M ad OTKpBITHII CxkopoctHast | TpaBosaHas
Oreamnos americanus ZMMU S-167397 | N/A juv Topsl IpeokkoBas | CmemanHas
Oryx leucoryx ZIN 8486 XK ad OTKpBITHII CkopoctHast | CmemaHHas
Ovibos moschatus ZMMU S-135832 | M ad Otkpeiteii | Tomytspkenast | TpaBosiaHas
Ovis ammon ZMMU S-146149 | M ad Topbl [Ipbokk.-Ckop. | TpaBosaHast
ZIN 11693 M I'oper [psrxk.-Cxrop.
ZIN 11694 M I'oper [psrxk.-Cxrop.
Ovis aries ZMMU S-102061 | XK ad Copst Mpsoxkk.-Crop. | TpaBosigHas
ZIN 11864 M ["opbl [TpboKK.-Crop.
IEE 2964 XK ["opbl [TpboKK.-Crop.
Procapra gutturosa ZIN 26948 M ad OTKpBITHII CkopoctHast | CmemaHHas
Saiga tatarica ZIN 26799 M ad OTKpBITHII CkopoctHast | CmemanHas
Syncerus caffer ZIN 4945 M ad Otkperteii | IMonmytsokenas | TpaBosaHast
Tragelaphus eurycerus  |ZMMU S-178805 | XK ad Jlec [psokk.-Ckop. | JIucTosiHas

Bospacr: ad — B3pocasiii (adult), sad — moapocrok (subadult), juv — monomoii (juvenile).
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Ta6auna 2. XapakTepUCTUKH MTO3BOHOYHOTO CTOJI0a M3yUYEHHBIX MapHOKOIBITHBIX

CmMeHa THma

JlnmuHa otaena (MM)

JlnmiHa oTaena

Bun Homep l'([;;;;;{:;ﬂ qu;aceT('ﬁ - acerok (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 TCHIATHBL =110 [ 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 7C+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 Tl T12 220 | 500 | 165 | 162 | 220 390 | 275
Choeropsis liberiensis ZMMU S-138766 | (T T T 110 | 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 Tl T11 | 1030 | 890 | 515 | 170 | 1030 | 820 | 585
Lama glama ZMMU S-106946 7C+12T+7L Tl 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 7C414T46L Tl 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 Tl 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 7C+13T+6L 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 Tl 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 T1 T11 255 | 353 | 265 | 103 255 N/A
. . 7C+13T+7L
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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Tadoauua 3. [JlapHOKONBITHBIE, Y KOTOPBIX MPOBEACHO MCCIIEI0BAHUE MTOABUKHOCTH MOSICHUYHO-
KpECTLOBOIO CyCTaBa

CemeiicTBO Bug Howmep Ilon | Bosp Buom dopma Gera Juera
P h ZMMU S-180579 | N/A
pg:?ﬂ;oc oerus ZIN 30865 N/A ad Jlec Tapannas Bceesanas
ZIN 1674 X
ZMMU S§-159329 | M
Phacochoerus ZMMU S-138880 | N/A ad Orxc . T T
africanus 71N 3526 M PBITHII apaHHas paBosIIHAS
Suidae ZMMU §-171945 | M
Sus scrofa cristatus | ZIN 14762 N/A ad Jlec Tapannas Bceesanas
Sus scrofa ZMMU S-106943 | N/A sad T Taparias Boesias
domestica ZIN 16901 N/A | ad © i et
ZIN 10485 N/A
Sus scrofa ZIN 14758 XK ad Jlec Tapannas Bceesaaas
IEE 1633 N/A
ZMMU S-101999 | N/A sad
. Pecari tajacu ZIN 35401 N/A Jlec TapanHnas BcesHas
Tayassuidae ZIN 14529 N/A ad
ZIN 32784 N/A
Tayassu pecari ZIN 30967 N/A ad Jlec Tapannas Bceesanas
Choeropsis ZMMU §-166224 | X d I N 1
liberiensis ZMMU S-138766 | N/A | ° O BOAHbIH reros Az
Hippopotamidae Hippopotamus ZMMU S-106956 | N/A sad
amphibius ZIN 24577 N/A ad TTonyBOAHBIM TpaBosHas
ZIN 24305 N/A
Camelus bactrianus | ZIN 11173 K ad OTKpBITHIN XonpyneHas | Cmemiansast
ZIN 24636 M
Camelus ZIN 13408 N/A ad P — Xo C
dromedarius ZIN 10826 N/A P AyJTpRat MetanHas
Camelidae ZIN 35217 N/A
ZMMU S-106952 | N/A
Lama glama ZMMU S-106948 | N/A ad OTKpBITHIN XomynpHas TpaBositHas
ZMMU S-106946 | N/A
Lama guanicoe ZMMU S-113046 M ad OTKpBITHII XonaynpHas CwMmenranHas
ZMMU S-113400 | XK
Tragulus javanicus §MMB 2:1132329 wﬁ ad Jlec Ipepxk-Crop. | Bceesnmas
Tragulidae Tragulus kanchil ZIN 2190 N/A ad Jlec [peokk-Cxop. |  BceesinHas
Tragulus napu ZMMU S-197060 | X ad Jlec [peokk-Crop. |  BeesimHas
Tragulus sp. ZMMU S-1764 N/A ad Jlec [peokk-Crop. |  BeesimHas
Antil ZMMU S-65570
Antilocapridae ar?]telr?((:::r?;a ZIN 27208 N/A ad OTKpBITHII CkopoctHast | JluctosimHas
ZIN 26877
ZMMU S-175340 | XK ad
Giraffa ZMMU S-122542 | N/A ad 5
Giraffidae camelopardalis ZMMU S-184077 M sad OTKpBITHII XonynbHas Jlucrosnnas
ZMMU S-106953 | N/A sad
ZIN 26970 M juv
Okapia johnstoni RMCA 784 M ad Jlec Xoaynerast | JlucrosaHast
ZMMU S§-107437 | XK
ZMMU S-102028 | N/A
Alces alces ;mm3 g:ﬁggig )l\}/l( ad Jlec XomynsHas Jlucrosigaas
ZMMU S-138241 | M
ZMMU S§-135337 | XK
ZMMU S-197955 | N/A
Cervidae ZMMU S§-139395 | M
((::aapfrree(?lluuss ;mma g_ﬁggs N'\//IA ad Jlec [peokk-Ckop. | Jlucrosanas
ZMMU S-117768 | M
ZMMU S-117769 XK
Cervus elaphus ;mm3 2:5{83;? N,\//IA ad Jlec [peokk-Crop. | CMernanHas
Cervus nippon ZMMU S-106958 | X ad Jlec peoxk-Cxop. | CMemanHas
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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 ;mmg g:ﬁggég ,>\I/|< ad Jlec Mpeoxk-Crop. | CMemanHas
ZMMU S-160943 | M
ZMMU S-114150 | N/A
ZMMU S§-137315 | XK
Elaphurus ZMMU S§-137314 | XK
davidianus ZMMU S§-135033 | M ad
ZMMU S-157878 | XK
ZMMU S§-112954 | M
ZMMU §-137316 | M
Hydropotes inermis ;:m gg?gi N'\/AA ad Mpeoxk-Crop. | CMemanHas
Muntiacus muntjak | ZIN 15447 N/A ad Jlec peoxk-Crop. | CMemanHas
ZIN 26101 XK
ZIN 18266 XK
ZIN 24565 M
Rangifer tarandus im I\j 325?1 06964 )l\ﬁ ad OTKpBITHII CkopoctHast | TpaBosiaHas
ZMMU S-113003 | N/A
ZMMU S-102073 | N/A
ZMMU S-111308 | N/A
Rusa unicolor ZMMU S-78475 N/A ad Jlec Ipeokk-Crop. | Cmeniannast
ZMMU S-136361 | X
ZMMU S-102056 | X
. Moschus ZMMU S-143562 | N/A
Moschidae moschiferus ZMMU S-122536 | XK ad Jlec Ipeokk-Crop. | TpaBosiaHast
ZMMU S-195363 | N/A
ZMMU S-195364 | N/A
ZMMU S-191852 | M
Alcelaphus ZIN 23810 N/A }
buselaphus ZIN 8253 M ad OTKpHBITHII CkopoctHast | TpaBosimHas
ZIN 8252 N/A
ZMMU S-95533 N/A
Ammotragus lervia ;mmg 2:?2334712 N};<A ad Topsr IpsokkoBass | CMmemraHHas
ZMMU S-132369 | M
ZMMU S§-115392 | XK
Antilope cervicapra | ZMMU S-113584 M ad OTKpBITHIH Ipeokk-Crop. | TpaBosimHas
ZMMU S-109999 | X
ZMMU S-107024 | M
Bison bison ZMMU S-102022 | N/A ad OTKpBITHII Monytskenast | TpaBosiaHast
ZMMU S$-102017 | N/A
ZMMU S-115899 | N/A
ZMMU S§-102011 | X
Bovidae Bison bonasus immg ::183822 wﬁ ad Jlec Monytsxenas | CMmemanHast
ZMMU S-102005 | N/A
ZMMU S-193088 | M
Bos frontalis ZMMU S-102010 | N/A ad Jlec Honytsbxenast | CmenranHast
Bos gaurus ZIN 8827 M ad Jlec Honytskenas | JlucrosigHas
Bos taurus ZMMV S-102026 LS ad OTKpBITHIH [Monytsxkenas | TpaBosaHas
IEE 1932 XK
Boselanh ZMMU S-100405 | N/A
tr(&)lzeoggmlé?us ZMMU S-106933 | M ad Jlec [Monytsikenass | CMenraHHas
ZMMU S$-102018 | N/A
Bubalus bubalis ZMMU S-102006 M sad Honysoaustit | Tlomytsoxenas | TpaBosiamas
Budorcas taxicolor | ZMMU S-184744 | XK ad Topsl [onytsikenass | JlncrosiiHas
ZMMU S-191641 XK
Capra caucasica ZMMU S$-109418 | X ad Topsr [IpeoxkoBass | CmemraHHas
ZMMU S-585734 | M
ZMMU S-107438 M ad I"oper IpepkkoBas | CmenraHHast
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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 K
Capra falconeri ;mmg g:iggggz ,>\I/|< ad Topet IIpeoKKOBast Cwmernangas
ZMMU S-84895 M
ZMMU S-136362 K
ZMMU S-181396 M
ZMMU S-107435 K
Capra sibirica ;mmg 2:?32522 ﬁ ad Topet IIpboKkoBast Cwmernangas
ZMMU S-102031 M
;:uangzgltigggzs ZIN 7826 N/A ad Topet IIpboKKOBast Cwmernangas
ZMMU S-180906 K
Connochaetes gnou | ZMMU S-102023 | N/A ad OTKpBITHIN Ckopocrhast | TpaBosiaHas
ZMMU S-155771 | N/A
Connocoetes ZMMU S-109784 | N/A ad 0 . C T
taurinus ZMMU S-1069247 | N/A TKPBITHIT KOpOCTHast paBosiIHAsL
Damaliscus lunatus | ZIN 8265 XK ad OTKpHITHII Ckopocthas | TpaBosaHas
Damaliscus sp. ZMMU S-132662 M ad OTKpBITHIN Ckopocthast | TpaBosiaHas
ZMMU S-113583 M
Gazella gazella ;:s 8475 N>;<A ad OTKpBITBIN Mpeokk-Crop. | CMemmanHast
ZMMU S-143568 | N/A
Gazella ZMMU S-150883 M }
subgutturosa ZIN 26467 XK ad OTKpBITHII Ipeokk-Cxrop. | CMemianHas
ZIN 26568 N/A
ZIN 32684 N/A
E;T;gi%zs ZIN 26730 N/A ad Topsr CwmemaHHast
quISIF;I C:Jtsragus é:s ggg m ad OTKpHBITHIH CkopoctHast | TpaBosiaHas
ZMMU S-148489 K
ZMMU S-158570 M
ZMMU S-148919 K
ZMMU S-143559 | N/A
Hippotragus niger ZMMU S-107026 | N/A ad OTKpBITHII CkopoctHast | TpaBosanas
ZMMU S-93078 N/A
ZMMU S-160257 M
ZMMU S-155685 X
ZMMU S-163601 M
Ko_bu_s ZIN 21032 N/A ad OTKpBITHII peokk-Crop. | TpaBosimHas
ellipsiprymnus
ZMMU S-196676 K
Madoqua saltiana ZMMU S-184073 | N/A ad OTKpBITHII Mpeokk-Crop. | JlucrosaHast
ZMMU S-184073 M
Naemorhedus ZMMU S-165272 XK ad Toper IIpsoKkoBast CwmemaHHas
caudatus
ZMMU S-162046 K
Naemorhedus goral immg g:ggggg N'\//IA ad Topbt [IpsokkoBast | CMemnanHas
ZMMU S-162731 | N/A
Nanger —— ZIN 8525 M ad OTKpBITHIH [Mpeoxk-Crop. | CMmemanHas
soemmerringii
Oreamnos ZMMU S-167397 | N/A juv
americanus ZIN 27209 N/A §ad Topsr [IpsokkoBast | CwmermnanHas
ZIN 16922 N/A juv
Oryx gazella ZIN 31162 X ad OTKpBITHII CkopoctHas | CmemiaHHas
Oryx leucoryx ZIN 8486 XK ad OTKpBITHII CkopoctHast | CwmemnraHHast
Ourebia ourebi ZIN 8531 M ad OTKpBITBII [psokk-Ckop. | TpaBosiiHas
ZIN 8532 N/A
Ovibos moschatus ;mm3 zjgiggg m ad OTKpBITHII [onytskenas | TpaBosimHas




ZMMU S-138893 X
ZMMU S-164376 X
ZMMU S-135832 M
ZMMU S-54726 N/A
ZMMU S-134534 M
ZMMU S-106961 K
ZMMU S-106941 | N/A
Ovis ammon §MMB 2:;38%9 N>§<A ad Topsr Ipeokk-Ckop. | TpaBosiaHast
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 ;mmg gjgggéi N>;<A ad Topet Ipeokk-Crop. | TpaBosimHas
ZIN 11864 M
IEE 2964 K
ZMMU S-136668 | N/A
Ovis nivicola ZMMU S-133807 | X ad Topsr Ipeokk-Crop. | TpaBosiaHast
ZMMU S-143565 M
},F: athqus ZIN 23685 N/A ad OTKpBITHIN Ckopocthast | CMenianHas
odgsonii
Phllanto.r_nba ZIN 4935 N/A ad Jlec [psoxk-Crop. Bcesnas
maxwellii
Eglr:?igtc?lzba ZIN 23665 N/A ad Jlec Mpsoxk-Crop. Bceesnnas
Procapra gutturosa g:s igg;i NI\//IA ad OTKpHBITHIH CKopocTHast CwmerniaHHast
Eil;:()tft?;Jgata ZIN 8334 XK ad OTKpBITHIN CkopocTtHas CMelnraHHas
Pseudois nayaur ZMMU S-175435 M ad Topsl Ipsbkk-Cxrop. | TpasosaHast
Raphicerus sp. ZIN X ad OTKpBITHII peokk-Cxop. | JlucrosHast
Redunca redunca ZIN 8314 X ad OTKpBITHII TpaBosiiHas
Rupicapra
. ZIN 26963 M ad Toper IpepxkoBas | CmemnraHHas
rupicapra
ZMMU S-50481 M
ZMMU S-113115 K
Saiga tatarica é:m ;gggg )l\I/I< ad OTKpBITHII Ckopocthast | CwmerraHHast
ZIN 26388 K
ZIN 26799 M
Syncerus caffer ZIN 4945 M ad OTKpBITHII Monytskenast | TpaBosiaHast
ZMMU S-167359 M
;'J?)?;I?Sshus ;mmg :_i;ggé; }'\I/I( ad Jlec [peokk-Crop. | Jlucrosgnas
ZMMU S-178805 K
Tragelaphus spekii | ZMMU S-107434 M ad Jlec Mpeokk-Crop. | JlucrosaHast
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Tadauuna 4. AMIUIUTYZIBI TOABUKHOCTH M HEKOTOPBIE XaPAKTEPUCTUKHU MOSICHUYHO-KPECTIOBOTO
CyCTaBa U3YYCHHBIX IMAPHOKOIIBITHBIX

~Macca Kpecrn. | [Jnuna aROM (%)
Bun Howmep Tena (Kr) 103B. 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 113,55 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 5,17
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 215 3 39 17,03 17,96 8,49
Pecari tajacu ZIN 35401 215 5 90 19,38 12,88 3,44
ZIN 14529 215 5 89 17,46 12,34 3,46
ZIN 32784 215 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 1151 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 19 4 43 16,63 11,60 4,08
ZMMU S-175329 19 N/A 50 15,21 11,79 3,45
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 140 531
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 42,5 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 121,5 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 121,5 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 322,5 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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Tadauuna 5. VccnenoBaHHbIE HEMAPHOKOIIBITHBIE

CemeiicTBO Bun Howmep [on Boszp | buom ®dopma bera | [ueta
Tapirus bardii ZMMU S-102033 N/A ad Jlec Tapannas | JlucrosgHas
Tapirus indicus ZIN 26435 M ad Jlec Tapannas | JlucrosgHas
Tapiridae ZMMU S-184859 K
Tapirus terrestris ZMMU S-93416 N/A ad | Cmemannbiii | Tapannas | JlucrosgHas
ZMMU S-102024 M
Ceratotherium NMW 3086 M ad Orxonmeti | Tost T
simum RZ N/A XK ad P TR pasoiima
Dicerorhinus NMW 1500 M ad Jlec Honytsoxen | JluctosaHas
sumatrensis NMW 3082 X
Rhinocerotidae | Diceros bicornis ﬁl\l\/l/ll\\//IstgéiSOZO KI; ad Otkporteiii | TlomyTsoxen | Jlucrosanas
Rhanf)EI’OS ZIN 122 N/A ad Jlec IMonyTsxen | JlucrosaHas
sondaicus
Rhinoceros .
unicornis ZIN 1918 N/A ad Cwmewansbiii | [omytsoxken | TpaBosianHas
Equus asinus ZMMU S-74814 N/A ad Otkperteiii | CkopoctHast | TpaBosiiHas
Equus ferus ZMMU S-102019 XK ad 0 < | T
caballus ZMMU S-106944 N/A TKPBITHIH KOPOCTHasI paBosiIHAS
ZMMU S-168479 N/A
Equus grevyi ZMMU S-178883 K ad OtkpeiThiii | CropoctHas | TpaBosiaHas
ZMMU S-172784 M
ZMMU S-102029 M
Equidae Equus hemionus ZMMU S-93053 N/A ad OtkpeiThiii | CropoctHas | TpaBosaHas
ZMMU S-74803 N/A
ZMMU S-166817 M
Equus kiang ZMMU S-160757 X ad Otkperteiii | CkopoctHast | TpaBosiiHas
ZMMU S-158571 M
Equus ferus ZMMU S-158572 X ad 0 i | T
przewalskii ZMMU S-187005 M TKPBITHIH KOpOCTHasI paBosiHAS
Equus quagga ZMMU S-168478 N/A ad OtkpeiThiii | CropoctHas | TpaBosaHas
Equus zebra ZMMU S-105152 M ad Otkperteiii | CropoctHast | TpaBosiiHas
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Tab6auma 6. XapakTepUCTUKH TTO3BOHOYHOTO CTOJI0a N3YUEHHBIX HETTAPHOKOIIBITHBIX

Bun Howmep [To3BoH-as CMeHa Tumna JlnuHa otaena (MM) JlnuHa otnena
dhopmya (dacerox acerok (Mm)
Rfx | Tfx | C T L | s Rf Tf | RL
T RfL

Tapirus bardii | ZMMU S-102033 | 7C+19T+5L | T2 L4 | 205 | 590 | 180 | 185 | 233 | 705 | 65

iTne:jp:Lruuss 21N 26435 7C+19T+4L | T2 L3 | 267 | 683 | 167 | 220 | 303 | 772 | 78

Tanirus ZMMU S-184859 | 7C+18T+5L | T2 L4 | 240 | 580 | 185 | 200 | 270 | 697 | 68

terfés‘tjris 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+1OT+3L | L3 | 528 | 1297 [ 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 1CHI9THEL ) L8 3471 901 | 144 | 123 | 347 | 1005 | 40

Diceros ZMMU $-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

Eg‘i'ggfrﬁ?s 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 0470 | 156 | 105 | 352 | 386 | 211

ZMMU S-168479 540 | 755 | 290 | 220 | 580 | 712 | 333

Equusgrevyi | 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 5-102029 | 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 | . oo o T18 | 540 | 680 | 275 | 170 | 573 | 680 | 275

Equuskiang | ZMMU S-160757 T2 |, | 563 | 696 | 266 | 143 | 599 | 621 | 308

ZMMU S-158571 | 7C+18T+5L 568 | 728 | 235 | 167 | 607 | 650 | 274

Equusferus | ZMMUS-158572 | 7C+10T+6L | ., | rg | 490 | 730 | 255 | 147 | 525 | 690 | 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

Equuszebra | ZMMU S-105152 | 7C+18T+6L | T2 | T18 | 450 | 625 | 210 | 210 | 483 | 625 | 210
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