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OBILIAA XAPAKTEPUCTHUKA PABOTbBI

AKTYaJIbHOCTb TeMbl. B OCHOBE CHCTEMaTHKH TaKCOHOB MJICKOITMTAIOIINX BBICOKOTO
paHTa JIeKUT MOP(OTIOTHS CITyXOBOTO IMy3bIPsi — MapHOTO MOJIO0r0 00pa3oBaHUsS B OCHO-
BaHWU 4Yeperna, OKPYKaroIero MmojaoCcTh cpeHero yxa. Bo MHOrux orpsigax, Bkiatodas Car-
Nivora, ciayxoBoW My3bIph (OPMHPYETCS ¢ y4acTHEM TaK Ha3bIBAGMBIX SHTOTHMITAHAb-
HBIX KOCTEH, KOTOpBIC SIBISIOTCS OSBOJIOIMOHHBIM HOBOOOpPa30BaHHMEM, HE BCTpeUalo-
muMces 3a npeaenamu Eutheria (Moore, 1981; Pomep, Ilapconc, 1992; Novacek, 1993).
KocTHbIl cocTaB SHTOTUMITAHATHHON YaCTH, KaK M €ro CBSI3b C ACPUHUTHBHONH MOPQOII0-
THEH CIIyXOBOTO Iy3bIpsl, OCTAIOTCSI HEAOCTATOYHO HMCCIEAOBaHHBIMH, HECMOTpSI Ha BCe-
oO1iee MprU3HaHUE BAXKHOCTU 3TUX BOMPOCOB JIJIS1 BBISCHEHHS SBOJIOINUMOHHBIX CBS3EH Me-
xay kpynaeivu kiagamu (Novacek, 1977; MacPhee, 1979; Presley, 1993a; Wible, 2010).

B kadecTBe OCHOBHOIO JIMAarHOCTUYECKOTO MpPHU3HAKA M CUHAMOMOP(UU CeMEHCTBa
Canidae (=undpaorpsa Cynoidea) TpaIuImOHHO UCTIONB3YETCS HATMYUE HETIOJHOM Tepe-
TOPOJIKU CIYXOBOTO Iy3bIpsi — KOCTHOM TIJIACTUHKH, YACTUYHO Pa3JeISIONIed ero Io-
nocts (Hunt, 1974a, 1987; Flynn et al., 1988; Hunt, Tedford, 1993; Wang, Tedford, 1994,
Wang et al., 2008). OnHako BOIIPOC O €€ TOMOJIOTUH C MIEPErOpPOAKAMH, UMEIOIIUMUCS B
apyrux uadpaorpsnax Carnivora (Arctoidea u Aeluroidea), mo cux mop ocraercst OTKpHI-
TiM. COBpEMEHHBIC TIPEICTABICHUS KaK O KOCTHOM COCTaBE€ CIIYXOBOTO ITy3BIPS TICOBBIX,
TaK U O CTPOSHUM €T0 MEPETOPOJKH, OCHOBAHBI Ha MPOTUBOPECUUBBIX TOMYIICHUSX, CHE-
naHHBbIX enie B KoHie XIX — cepennre XX BB., 1 HOCAT KOHBEHIIMOHAJILHBIN XapakTep.
Jl1is 000CHOBAaHHOTO HCIOIB30BaHUS WHTPAOYJUISIPHBIX CTPYKTYp B COBPEMEHHOH (huio-
reretuke Carnivora HeoOXOAMMO peIlleHUe Bompoca 00 UX TOMOJIOTHH, TPEOYIOIIEro Hc-
CJIEIOBAaHUS PA3BUTHUS CIYXOBOTO MY3bIPS B OHTOT€HE3€, @ MMEHHO OKOCTCHEHHUsSI €ro dH-
TOTUMIAHAIBHON YacTH U mporecca (GOPMUPOBAHUS €TO MEPETOPOIOK.

HecMoTpst Ha 3HaYUTENBHBIN MPOTPECC, JOCTUTHYTHIM B TOCIEIHUE TOABl B CpaBHU-
TEJIBHOH MOpP(OJIOTHH, TAJICOHTOIOTHH W MOJIeKyJsipHO# cucrematuke Canidae (Wang,
1994; Tedford et al., 1995, 2009; Wayne et al., 1997, Wang et al., 1999, 2004; 2008;
Lindblad-Toh et al., 2005; Lyras, 2009; Perini et al., 2010; Prevosti, 2010), ¢unoreHeTn-
YECKHEe CBS3M B TPEJAeNiax CEMEMCTBA OCTAIOTCS HE BIOJHE SICHBIMH. HeoOxommmo mpwu-
BJICUCHHEC JOTOJHUTEIBHBIX MMPU3HAKOB, MPEXKAC BCETO TaKMX, KOTOPhIE MOTYT OBITh MPO-
CJI)KEHBI KaK y COBPEMEHHBIX, TaK M Y BBIMEPIITNX TaKCOHOB. C 3TOM TOYKH 3pPCHHUS, UPe3-
BBIUAHHO aKTyaJlbHO IIMPOKOE CPABHUTEIHHO-aHATOMUYECKOE HCCIeOBaHNe Ie(hUHUTHB-
HOW BHYTPEHHEH MOPQOJIOrHH CIIyXOBOTO IMy3bIpsl COBpeMEHHBIX mcoBbiXx (Caninae) u ee
COIOCTaBJICHUE C UMEIOIIMMUCS JTaHHBIMU 110 Hesperocyoninae — mapeBHelIIeMy mojce-
meiictBy mcoBsix (Wang, Tedford, 1994).

CBsi3b pa0oThI ¢ HAYYHBIMH NMPOrPpaMMaMH, IJIaHaMu, Temamu. PaboTa TemaTuye-
CKHU CBSI3aHA C UCCJIEAOBAHUSIMU, IPOBOJMMBIMH B OTJIEJI€ MAIE0300JIOTMH TTO3BOHOYHBIX U
najeonTosiornyeckuii myzeit HHIIM HAHY, a uMeHHO ¢ n1aHOBBIMH HAy4YHBIMU TEMAMU
"MopdocucteMaTnieckuii aHAJIM3 MIICKOMTUTAIOIIUX Baute3nus YKpauHbl" (Ne rocperuct-
parm 0100U000206), "Cucremarrka, 3BOJIONUSA M SKOJIOTHYCSCKHE OCOOCHHOCTH Hanbo-
Jiee BOXKHBIX MPEJCTaBUTEICH Ha3eMHBIX TeprodayH MO3HET0 MUOIICHA — IJICHCTOIICHA
VYxpaunsr" (Ne rocpeructparu 0105U003266) u "M3ydeHue cucTeMaTn4eckoro u KOJu-
YECTBEHHOTO COCTaBa HA3€MHBIX MJICKOMHUTAIONIUX MO3HETO MHUOIICHA M TUTHOIICHa YKpa-
WHBI U CO3JIaHue X cucTeMaTndeckux Koyuiekiuit” (Ne rocpeructpammu 0110U001346).
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Heab u 3agauu ucciaenoBanud. llenb paboThl — pelIUTh BOIPOC O TOMOJIOTHUH dJie-
MEHTOB CJIYXOBOTO ITy3bIpsI TICOBBIX C TaKOBBIMH Jpyrux Carnivora v BBISCHHUTH IEPCIICK-
TUBHOCTh HCITOJIb30BaHMsI MOP(OJIOTHH CITyXOBOTO Iy3bIpsi B cucTeMaruke Canidae.

JIn 1OCTUXKEHUSI 9TOU LIENU MMOCTABJIEHBI CIIEAYIOIINE 3a1auH:

1) BbISICHHTB, KaK MPOMCXOJUT OKOCTCHEHHE CIIyXOBOTO IY3BIPS TICOBBIX M CPaBHUTH
MOJIYYCHHBIC JIaHHBIC ¢ MMCIOIIUMHKCS CBeleHusMU 1o oHToreHe3y Aeluroidea u Arcto-
idea.

2) YcTaHOBUTH, KaK MPOMCXOTUT (HOPMHUPOBAHHE MEPETOPOAKH CIYXOBOTO IMY3bIPSI
IICOBBIX, CBA3aHO JIM OHO C XapaKTEPOM OKOCTEHEHHS CIIyXOBOIO My3bIps, U KaK 3TOT IPO-
IIECC COOTHOCHUTCS C TAKOBBIM B Jpyrux rpymmax Carnivora.

3) BoisicHUTH MOPGOJIOrHUECKOE pa3sHOOOpa3ue MEePEeropojKH CIyXOBOI'O IMy3bIps B
MOJCEMENCTBE HACTOSIIUX ICOBBIX, CPABHUTh €r0 C AAHHBIMU IO BBIMEPIIUM rpynnam
MICOBBIX.

4) TIpoaHamu3upOBaTh BO3MOKHOCTH MCIIOIH30BAaHUS MOP(OIOTHH CITYXOBOTO ITy3bIps
TICOBBIX ISl TUarHOCTUKY TAKCOHOB M YTOYHEHUS X (PHIIOTCHETHYECKUX CBSI3CH.

Obvexm uccnedosanuss — ciyxoBoit my3sipb (bulla auditiva) npencraButeneii cemeii-
ctBa ncoBeix (Mammalia: Carnivora: Caniformia: Cynoidea: Canidae).

IIpeomem uccnedoearnuss — pa3BUTUE CIYXOBOTO ITy3bIps ICOBBIX B OHTOTE€HE3E U (Pu-
JOTeHe3€e, MCIOJIb30BaHUE €ro MOp(OJOruu sl BBISICHEHUS SBOJIOLMOHHBIX CBS3el
Canidae ¢ ngpyrumu takconamu Carnivora BBICOKOTO paHTa M B Tpejeiax YKa3aHHOTO ce-
MEWCTBA.

Memoowt uccnedosarnus. CpaBHUTEIHLHO-MOPGHOIOTHUECKOE UCCIEIOBAHUE CYyXUX Ye-
penoB ocobeii pa3HOro Bo3pacta. BCKphITHE CIIyXOBBIX IMy3bIpEi ¢ BEHTPAIBHONH CTOPOHBI
JUTSE U3yYeHHUS] WX BHYTpeHHe mopdomnoruu. Perucrpamus u cpaBHEHHE HEMETPHUUECKUX
MOP(OTOTUYECKUX TPU3HAKOB: MAKPOCKOMMYECKH, C MTOMOIIbI0 OMHOKYJISIPHOTO CTEpEo-
MHUKPOCKOIIa U C MCIIOJBb30BAaHUEM CTepeocKonuueckoir Makpodororpaduu. Comnocranie-
HUE TTOJTYYSHHBIX PE3YJIbTATOB C JINTEPATYPHBIMHU JaHHBIMH 10 CPABHUTEIHLHON MOpQoII0-
T'MH, OHTOTCHE3Y, AJICOHTOJIOTHH 1 (hruiioreHeTrKe oTpsiaa Carnivora.

Hayynasi HOBU3HA MOJIyYeHHBIX Pe3yJabTaToOB. B CIyXOBOM my3bIpe MCOBBIX OOHA-
PY’KE€Hbl paHEe HEHU3BECTHbIE ' BEHTPAJbHOIHTOTHMMIIAHAIBHOE' OKOCTEHEHHWE U OJIHO-
UMEHHBbIN cuHyc. [Toka3aHo, 4TO 3TH 3J€MEHThl HE UMEIOT TOMOJIOTOB 3a MpeenamMu HH-
dpaorpsaa Cynoidea u sSBISAIOTCS ayTanoMOpPUsIMH JUIsl JaHHOTO TakcoHa. [IpoaeMoHCT-
pUpOBaHa POJb BEHTPATbHOIHTOTUMIIAHAILHOTO CHHYCAa B (POPMUPOBAHUU MEPETOPOJIKU
CIIyXOBOTI'O My3bIpsl, U ONPEAEIICH KOCTHBIN COCTaB MOCJIEAHEN. Y CTAHOBIIEHO, YTO TIEPETO-
poaku y Carnivora BO3HHKAIOT HE IMyTeM pocTa KpaeB KOCTEH BHYTPh MOJIOCTH CIyXOBOI'O
My3bIps, KaK CUYMTAIOCh paHee, a MPEJCTaBISAIOT cOO0M HEepe30pOMpPOBABIIMECS YYaCTKU
VCXOJHOW CTEHKH MY3bIpsl Ha TPaHULAX MEXAY HE3aBUCHMO PACTYUIMMHU €ro 30HaMH, TO-
norpadus KOTOPHIX CBsi3aHA C KOCTHBIM COCTaBOM HSHTOTHMIIAHAJIBHOW YAaCTH ITy3bIpS.
BnepBble neTanbHO OMUCAHO M MPOWLTIOCTPUPOBAHO BHYTPEHHEE CTPOCHHE CIIYXOBOIO
my3bIpst 28 COBPEMEHHBIX BHJIOB MCOBBIX. [IpeiokeHbl HOBbIC MPU3HAKH JIsI TAKCOHOMH-
gyeckoi quarHocThku Caninae Ha ypoBHSX OT IMOBHUAA O TPUOBI M IMOJSIPHOCTH COCTOS-
HUM 3THUX MPU3HAKOB A (ujoreHeTnyeckoro aHanusa. Haiinena mepBasi octeonoruye-
ckas cuHaromopdus s kiaaasl Chrysocyon+Speothos, HegaBHO BBISIBICHHOW MpU aHa-
m3e IHK. BrnepBbie onucana Mop(osorus cayXxoBOro My3blps y paHHUX MPeACcTaBUTENEH
nojcemeiictea Caninae (onuronenosoro Leptocyon gregorii) u Tpu6osr Canini (rummoreHo-
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Boro "Eucyon" odessanus). [Toiy4eHsl TaHHBIE B TIOIB3y BO3MOKHOTO TOBBIIIECHHS TAKCO-
HoMHueckoro panra Cuon alpinus hesperius. OO6HapykeHO CyIIeCTBOBaHHE paHee HEH3-
BECTHBIX MOJpa3aeicHui B mpeenax poaos Vulpes u Pseudalopex, a Takike COOTBETCTBHE
Mopdororuu cayxoBoro my3bips Nyctereutes takosoi Canini, a ue Vulpini. Ycranosieno
y4acTHE TeTEPOXPOHUI B IBOIIOIUH MEPETOPOJKU CIYXOBOT'O Iy3bIps Y MPEACTaBUTEINCH
Tpubsr Canini,

HayuHnoe 3nHauenue padoThl. PemieH Bompoc 0 MPOUCXOXKICHUH CIYyXOBOW MeEpero-
POJIKH Yy TICOBBIX, U TMOKa3aHa €€ HErOMOJIOTUYHOCTh MEPErOpoJKaM B APYTUX TaKCOHAX
Carnivora BeICOKOTo paHra. B coctaBe CllyXOBOT'O My3bIpsi TICOBBIX OTKPBITO PaHEE HEH3-
BECTHOE aBTOHOMHOE ''BEHTPaJbHOPHTOTHUMIIAHAJIbHOE OKOCTCHEHME, MOSBIISAIONICECS Y
TMICOBBIX B JIOTMIOJIHEHHE K 00memMy s nogotpsaa Caniformia komiuiekcy mepBoi ¥ BTO-
pOM KayAalbHOSHTOTHUMITAHAIBHBIX KOCTEM.

B 30HE BEeHTpPAIBHOPHTOTUMIAHAIBFHOW KOCTH YCTAaHOBJICHO (OPMHPOBAHHUE OJIHO-
UMEHHOTO CHHYCa, KOTOPBI PacCHpOCTPAHACTCS B KOCTSX, OKPYKAIOIIUX BEHTPAILHOIH-
TOTUMIIAHAJBHYIO KOCTh. B pe3ynbraTe SKCIIaHCHH TaHHOTO CHHYCA, YaCTh CTEHKHU CITyXO-
BOTO ITy3bIPsi OKA3bIBAETCSI BHYTPH €T0 MOJIOCTH, CTAHOBSICH TIeperopoakoii. Hamuune BeH-
TPaJbHOIHTOTHMITAHAILHOW KOCTH, BEHTPAJIbHOIHTOTHUMITAHAIBHOTO CUHYCA M CIIOXKHOM
YETHIPEXKOMIIOHEHTHON TEPETOPOJIKH CIIyXOBOTO ITy3BIPS SIBIISIOTCS OCTEOJOTHUECKUMHU
aytanoMop(usMHu, 000CHOBBIBAIOIIUMHU MOHOMMIHMIO MCOBBIX B coctaBe Caniformia. Oc-
TaJbHBIE WHOPAOTPSIABI XUIIHBIX MICKOMUTAIONINX XapaKTePU3YIOTCS Pa3BUTHEM JIPYTHX,
HErOMOJIOTMYHBIX, CHHYCOB B THIIOTUMIAHAIBHON oOnacty (‘'KaynalbHO3HTOTUMITAHAIb-
Horo" y Aeluroidea u "tpancOymsapubix" y Arctoidea), Takke CBA3aHHBIX C XapaKTEpPOM
OKOCTEHEHUSI SHTOTHMITAHATBHON YacTH My3bIps. DOpMHUpYIONIHECs Ha TpaHUIAX 3THX
CHHYCOB TIEPErOpOIKM HErOMOJIOTHYHBI Ipyr Apyry U takoBor Cynoidea. [Tokazana mep-
CTIIEKTHUBHOCTD MCITOJIb30BaHUS MOP(OJIOTHH CIYXOBOT'O My3bIps (Mpexkae Bcero, GopMbl
PACIIOJIOKEHUSI €0 TEPEropojKH, a TAaKKe CTENEHH Pa3BUTHS BEHTPATbHOIHTOTHMIIA-
HAJILHOTO CHHYCA) B TAKCOHOMHYECKOM qrarHoctuke u punoreneruke Caninae.

3ax0XkKJACHUE AHTEPOBEHTPAIBHOW MEpPEropoaku noja OapaOaHHbIA IpeOEHb OKa3bIBa-
eTcs BTOpoH (Iociie paHee YCTaHOBJICHHOTO HAM4YUsl (PPOHTAIBHOTO CHHYCA) OCTEOJIOTH-
yeckoi cuHaromopgueii Tpuobl Canini. ITogkoBooOpa3Hoe B KOJIbLIEOOpa3HOE COCTOSHUS
NIEPEeropoJIKK BO3HUKIIM HapauieasbHo B moarpudax Cerdocyonina u Canina. CocrosHus
HPU3HAKOB MIEPEropoiky B mpeaenaax Canini npeacrapiistor co0oii cepuro meqoMopho30B,
YTO CBHJICTEIBCTBYET O 3HAYUTEIHLHOW POJIM OHTOTEHETHYECKHX OTPaHUYCHUN B IBOIIIO-
IIUH CITyXOBOTO ITY3bIPSI HACTOSIIIIUX TICOBBIX.

IMpakTHYeckoe 3HAYEeHHE MOJYYEHHBIX pe3yabTaToB. OmyOJIMKOBAaHHBIC PE3YIb-
TaThl UCCIICIOBAHMSI HCITOJIb30BAHBI:

1) B peBU3MAX M aHAIUTHUYeCKUX 0030pax spomonuu Carnivora (Cotaukosa, 2004;
Gaubert et al., 2005; Flynn, Wesley-Hunt, 2005; Wesley-Hunt, Flynn, 2005; Wesley-Hunt,
Werdelin, 2005; Owen, 2006; Sotnikova, 2006; Spassov, Rook, 2006; bapsIiiHuKOB,
2007; Prevosti, Rincon, 2007; Coraukosa, 2008; De Bonis et al., 2009; Sotnikova, 2008;
Lyras, 2009; Prevosti et al., 2009; Slater et al., 2009; Prevosti, 2010; Sotnikova, Rook,
2010);

2) B omnpenenuteie "MuekonuTaromue GpayHsl Poccuu u conpenenbHbIX TEPPUTOPUIL:
Xwumninele u Jactonorue” (Apucros, bapeimaukos, 2001);
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3) B yHuBepcuterckoMm yueOHuke "Mammalogy: Adaptation, Diversity, Ecology"
(Feldhamer et al., 2007).

JIMYHBIH BKJIaJA coMckareias. liccienoBaHue NOJHOCTBIO BBIIIOJHEHO CaMOCTOS-
TEJBHO.

AmnpolGauusi pe3yabTaToOB auccepTanuu. Pe3ynbTaThl uccienoBaHusl ObLIM Tpea-
cTaBjeHbl Ha BcepoccuiickoM cummosuyme ''3araiouyHble OpraHu3Mbl B 3BOJIOLUU U (HU-
noreann” (ITaneonTonornueckuit uactutyT PAH, Mocksa, 21-22 Hostops 1996 r.), cemu-
Hape MO 3BONIONMU XHUITHBIX MiekonuTammux (Muctutyt nameobuosnoruu [TAH, Bap-
mraBa, aekaopb 1996 r.), 3acemannn OT/ea Maxe0300J0TMH TO3BOHOYHBIX M MAICOHTOJIO-
ruyeckuii myseit HammonanmbHOro HayuHo-mpupogoBequeckoro myses HAHY (Kues, 18
anpens 2000 r.), mexxayHapoaHoi koHgpepeHiuu "buomorus u oxpana mcoBwix” (Oxc-
dopackuii yauepcutet, Okchopa, 17-21 cenrsnops, 2001 r.), kondpepeniuu k 10-netuto
YxpauHckoro tepuosiorndeckoro odmectBa (Muctutyt 30000rum um. U. U. Himansray-
sena HAHY, Kues, 24 anpens 2002 r.). Pabora anpoOupoBana Ha pacIIMpeHHOM 3ace/ia-
HHUM OTJEJa Majae0300J0THUM MO3BOHOYHBIX M IMAJIEOHTOJIOTHYECKHN My3erd HammoHnamns-
HOTro Hay4HO-npupoaoBerdeckoro myzes HAHY (nmpotokosn Ne 24 ot 10 urons 2010 1.).

Iyonukanuu. Pe3yiabTaThl 1UCCEPTAIMOHHOTO UCCIEIOBAHUS OMYyOJIMKOBAHBI B MSATH
paborax oOuuM 00beMoM 4,8 yCil. Iey. JI.: TPEX CTAThSIX B MEXIYHAPOIHBIX MPOPUIbHBIX
KypHayiax ¢ uMmmnakt-dakropamu 0,987, 1,159 u 2,844 u nByx Te3ucax KoHGEpPEHIIUM.

Ctpykrypa M 00beM auccepramuu. [{uccepranus usnoxeHa Ha 239 cTpaHulax, u3
KOTOphIX 148 — oCHOBHOM TeKCT, BKItoUaronuii "Beenenne"”, "O0630p nurepatypsl, pas-
nen "Marepualibl 1 METOBI HCClIeqoBaHus (YeThIpE MMoApa3/eiia), ABa pas3aeia pe3yibTa-
TOB HCCJIeIOBaHUH (MATh MOApA3IesioB), pa3aen "AHamu3 u 0000meHue naHHbIX" (TpH
nojapaszena) u "BeiBojpl". CIMCOK MCIIOIB30BAaHHOMN JIUTEPATYpPhl COCTOUT U3 347 HCTOY-
HUKOB, U3 KOTOPBIX 41 — xupuiuneit, 306 — maruauneir. Pabora BkirogaeT Tpu Tad-
nunkl, 68 pucynkoB (22 cxemsl u 81 dororpaduro, B ToMm yncie 39 CTepeOCKOMUIECKUX
nap) ¥ JBa MPUIOKEHUSI.

baarogapuocTn. S npusHaTeseH MOMM Hay4dHbIM pykoBoauTessiMm B. A. TomaueBcko-
My U FO. A. CeMeHOBY 3a MOCTOSIHHYIO MOIAEPKKY, OOCYX JCHHS U LEHHBIE COBETHI;
I'. ®@. bapeiaukoBy, O. II. Menbauky, A. Hamaxosckomy, X. JI. Hememxkamo, . 4. [1a-
BiuHOBY, E. M. [Iucanny, H.I'. [Tonommenosoii, K. B. Pozopa, M. B. CoTHUKOBOH,
b. Xepuur, O lllymMa u MHOTUM APYIUM — 3a MPEAOCTABIECHUE MaTEPUAJIOB U pa3pelIeHUE
npenapupoBaTh OTAeNAbHBIE d3K3eMIuisipsl; 1. Banry, M. Bonscany, [I. Kpyiike,
IT. . Honmu, . B. flngeHy ¥ TpeM aHOHMMHBIM PEUEH3EHTaM — 34 KOHCTPYKTHBHBIC
KOMMEHTapuu MpH MyOIuKaiuu pe3yabTaTOB UCCIIeT0BaHMs. Bripaxkato npu3HaTEIbHOCTD
A. M. Bonoxy u C. H. ’Kuiie 3a BaxHbIe Il JaHHOW paOOThl IOBEHUJIBHBIE SK3EMILISIPbI
JUCHIIBI ¥ BOJIKA, a Takke A. Jlonnacy, I'. Jlupacy u @. X. IIpeBoctu 3a dororpaduu mno-
HOJHHUTENBHBIX 00pa3ioB (He BKIOYCHHBIX B CIMCOK MCCIICIOBAHHOTO MaTepuana) pei-
KuX BUJOB. S OnaromapeH MuHucTepcTBY 00pa3oBaHMs, HAYKU U KYJIbTYpbl ABCTpHUM 32
KOHKYPCHYIO CTHMNEHIUI0 UM. DpHCTa Maxa, mO3BOJIMBIILYIO UCCIEI0BATh OCTEOJIOTHYEC-
kue koyekuuu Bensr; /. Harens, b. Xepuur u agpyrue aBCTpUACKUM KOJIJIETH OKA3bIBAIIN
MHE BCECTOPOHHIOIO IIOMOIIb BO BPEMS CTAXKUPOBKH.
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OCHOBHOE COAEPXAHUE PABOTbI
Pazgen 1. O630p JuTepaTypsbl

Pasauuuss B MOp(OIOrHH CIyXOBOTO Iy3bIpS y pPa3HBIX MPEACTaBHTENEH OTpsaa
Carnivora obutn oOHapyxeHbl B mepBoi mosoBuHe XIX Beka (Hagenbach, 1835; Hyrtl,
1845) u Bckope cTaau UCHOJIL30BaTLCSA B 300jI0rHMYeckoi cuctematuke (Turner, 1848;
Flower, 1869; Winge, 1895). Kitaccuueckas kiacCU(pHUKAIUs XUIIHBIX MJICKOMUTAIONINX,
npeioxernas B. dnayspom (Flower, 1869), Oblia ocHOBaHA Ha JOIMYIIEHUHA FOMOJIOTHY-
HOCTH TIEPETOPOJIOK CIIyXOBOI'O My3bIPsl B Pa3HBIX IPYIIAX M YYUTHIBAJIA JIUIIb CTCIICHb, B
KaKO# TeperoposiKi paszieisioT €ro MOJOCTh. MEePeropojika MoJjHas y KOIIKOOOpa3HBIX
(Aeluroidea), verosinass — y ncoBooOpa3ubix (Cynoidea), v MoYTH UM COBEPIICHHO OT-
CYTCTBYET y MenBeaeoopasusix (Arctoidea). Dtu tpu rpymmsr Carnivora B panre uHppa-
OTPSIIOB TIPU3HAIOTCS M B HACTOSIEE BpPeMs, a NMEPEeYMCICHHbIC 0COOCHHOCTH MOopdoio-
MU TPOJOJDKAIOT HMCIOJIB30BaThCS B KaYECTBE OCHOBHBIX JHATHOCTHYECKHUX MPU3HAKOB
COOTBETCTBYIOIINX TAKCOHOB.

BriocnencTBuu, ¢ HaKOIUICHHEM JOMOJHUTEIbHBIX CBEICHHI MO CPAaBHUTEIBHON aHa-
TOMHUH, WHAWBHIYaIbHOMY Pa3BUTHIO M IMAJICOHTOJOTHH, HEOJHOKPATHO BO3HHMKAIH CO-
MHEHHS B TOMOJIOTHYHOCTH KaK CaMUX MEPErOPOOK, TaK U MEIUAIBHOM YacTH CIIyXOBOTO
ny3bips B nenom (Wincza, 1896, 1898; Van Kampen, 1905; Wegner, 1942; Starck, 1964;
Hunt, 1974a, 1987, 1989; Flynn et al., 1988; Hunt, Tedford, 1993). HenocTaTok AaHHBIX,
ocobenno o onrorenesy Caniformia (Cynoidea+Arctoidea), mpuBes K MOSBICHHIO MHO-
’KECTBa MPOTHUBOPECUUBBIX THIIOTE3 O KOCTHOM COCTAaBE CIYXOBOTO IMy3bIPsi K CTPOCHHH I1e-
PEropooK B pa3HBIX TakcoHaX Beicokoro panra (Van Kampen, 1905; Pocock, 1916, 1929;
Holz, 1931; Hough, 1953; Hunt, 1974a, 1987; Wang, Tedford, 1994).

B oTHomIeHHMN MCOBBIX HbIHE TpuHATa Mojenb P. Xanta (1974a), cormacHo KOTOpOW
MenuanbHas 4acTh CIyXoBoro my3eips Canidae copmupoBaHa poCTpaibHO3HTOTHMIIA-
HAJILHOW U €MHOM KayJabHOPHTOTUMITAHATIBHON KOCTAMH, a MIEPEropoIKa MpeACTaBisCcT
coboii "moaBepHyTHIA" Kpai nmocnenaneil. OnHaKo 3Ta TUIIOTE3a, OCHOBAHHASI HA HCCIE0-
BaHHM TPEX IK3EMILIAPOB MICHKOB KOMOTA, MII0X0 COrIacyeTcsl ¢ MMCIOIIUMUCS JaHHBIMH
1o uHTpalyUIsipHON Mopdoioruu kak copemeHHbix (Segall, 1943; Hough, 1948; Clark,
Guensburg, 1972; Prevosti, 2010), Tak u npesueitmmx ncosbix (Wang, 1994; Wang,
Tedford, 1994). B mocneaHue rojabl MOSBUIACH TCHICHIUSA K UCIOJIL30BaHUIO B (pritore-
HETHKE TPOCTON KOHCTaTtanuu "HemoiaHoThl" neperopoaku Cynoidea (Wang et al., 2008;
Tedford et al., 2009). IIpu 3ToM UTHOPUPYETCS HATUYKE HEMOJHBIX IIEPETOPOIOK BO MHO-
rux rpymnmax Arctoidea, ocobenHo cpeau KyHbux H eHoToBbix (Pocock, 1921, 1929;
Segall, 1943; Cumkun, 1967; Knmumosa, 1973). Bee 310 moguepkuBaeT HEOOXOAUMOCTh
aHau3a (PUIOTeHETUYCCKOT0 3HAYCHUS MOP(OJIOTHH CIIYXOBOTO My3bIPs H, C 3TOH LENbIO,
JETaIbHOrO MCCICIOBAaHUSA €ro pa3BUTHS B oHTOreHese ncosbix (Hunt, 1987), mposenen-
Horo Ha Oosee mpencraButenbHoM Matepuane (Wible, 2010) u momosnHeHHOTO CpaBHe-
HHUEM ero Ae(UHUTHBHON MOP(OIOrHH Y MAaKCUMAIbHOTO KOJIMYECTBA TAKCOHOB.

Paznen 2. MaTepuaJibl 1 MeTOAbI HCCAEA0BAHUS

B pasnene oxapakTepu3oBaHbl UCIOJIB30BAHHBIE MaTEPHUANbl, METObI, IPUHATAS TaK-
COHOMHYECKAs CUCTEMA, a TAKKE aHATOMUYECKas TEPMUHOJIOTHS, BKIItoUaromasi 17 HOBbIX
Y YTOYHEHHBIX Ha3BaHW Jis1 BaKHBIX 3JIEMEHTOB UHTPAOYIIIPHOM MOP(OJIOTHH.
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Nzyuennl cyxue depena 30 u3 36 BHIIOB COBPEMEHHBIX ICOBBIX (moaceMerictBo Cani-
nae sensu Tedford et al., 2009), orHocsmuxcs k 15 u3 16 pomos. Takxke mpeacTaBIICHBI
HOBBIC JaHHBIC O TUIHOIIeHOBOM "Eucyon" odessanus u onuromnenoBom Leptocyon gregorii
— BuJax, OaM3KMX K OazanbHBIM mpejacTaBuTeasM kiaa Canini m Caninae cooTBeTcT-
BeHHO. O0I1ee KOJIUYECTBO MCCIEAOBAaHHBIX AK3EMIUISIPOB MCOBBIX COCTaBisieT 2512, u3
KOTOPBIX 684 yepena ¢ OJTHUM WM JBYMSI BCKPBITBIMU CIYXOBBIMH Ty3bIpsiMu U 314 ye-
penoB MostobiX ocobeit 20 Bumos (Tadi. 1).

OcHOBHas 4acTh MCCIIEOBAHHBIX YEPETOB XpaHUTCS B HalmoHaapbHOM HAy4IHO-TIPH-
ponosequeckom My3ee HAHY (KueB), 1aboparopuu MIICKOIUTAIOIINAX 300J0THYECKOTO
urctutyra PAH (Cankr-IlerepOypr), 3oomoruueckoMm mMy3ee MOCKOBCKOTO TOCYIapCT-
BeHHOro yHmuBepcutera uMm. M. B. JlomonocoBa (Mocksa), otaene tepuosoruu Ecrect-
BeHHOUCTOpHYeckoro Mmyses Bensr (Sdugetiersammlung, Naturhistorisches Museum
Wien) u 3oomorndyeckom uHCTHTYTe Benckoro yrusepcurera (Institut fur Zoologie, Uni-
versitiat Wien). B niemom o6paboTansl marepuainst u3 20 myseeB Ykpaunbl, Poccun, [Tois-
mu 1 ABcTtpuu. [IomHBIN TTepedeHb UCCIEIOBAaHHBIX dK3EMIUIIPOB MPEICTABICH B TPUIIO-
KEHUU K JTUCCEPTAITIH.

BoszpacT ocobeii B OONBIIMHCTBE CIIy4aeB ONPEACTSUICS IMyTEM OIIEHKH Pa3MepoB dYe-
pena, cTaauu CMeHbl 3yOoB W coctosHus 1mBoB (['puropees, Ilomos, 1940; MapkuHa,
1962; Lombaard, 1971; I'ypckuit, 1973, Tapsaaukos, 1973, 1984; Linhart, 1968; FOauH,
1977, 1986). bbL10 BbIIEICHO TPU BO3PACTHBIX TPYIIILI: 1) OT POXKACHHS [0 Havajaa OKO-
CTCHEHUS SHTOTUMIIAaHAJILHOTO KoMmIuiekca (mpubausutensHo 10 mHeit); 2) ot Havana 10
3aBepICHUS OKOCTEHEHHs SHTOTUMITAHAIBHOTO KoMIuTekca (mpuoausuteabHo ¢ 10-ro mo
30-it 1eHb); 3) OT MOJHOTO OKOCTEHEHHUS CJIYXOBOT'O IMY3bIPsI 0 JOCTHXKECHUS UM MPUHITU-
nUaabHO AeUHUTHBHON MOpdosorun (MpuOIM3UTEIsHO ¢ 1-10 1Mo 5—7-i Mecsir).

BryTpennsis mopdosorus yxe OKOCTEHEBIIUX CIyXOBBIX My3bIpel MCCIEIOBAJIOCh B
MEPBYIO 0YEPE/lb Y IK3EMIUIAPOB ¢ YaCTUYHO Pa3pyIIEHHBIMU CTeHKamMu my3bips. [Ipu oT-
CYTCTBHHM BCKPBITOTO MaTepHuayia, MPOBOAWIOCH IMPENapHpOBaHUE OTACIBHBIX YEPEIIOB
(ymansutach 9acTh BEHTPAJIBLHOW CTEHKH CIIyXOBOTO ITY3bIps). Y 3K3EMILISIPOB, 0TOOpaH-
HBIX I cTepeodoTorpadupoBaHusi, Kpas OTBEPCTHS BHIPABHUBAIHNCH W OKPAIINBAIINCH B
YEepHBIN IBET C LEIbI0 oOecneueHns] MHHOPMATUBHOCTH N300paKeHUS ISl CIICIIUATICTOB
C 3aTPYJIHEHHBIM BOCIPHUITHEM CTEPEOCKONMUYECKOro 3 dexra.

Mopdonorus uccieayeMbIX CTPYKTyp oOcienoBaiach BU3yallbHO, TJIaBHBIM 00pa3oM
Makpockonudecku. [Ipy u3yuyeHun paHHUX CTaJAWA Pa3BUTHS, JIJISI YTOUHEHUS B3aWUMHOTO
PaCTOJIOKEHUS OTJEIBHBIX AJIEMEHTOB CITyXOBOTO My3BIPsI UCTIONB30BAJICS OMHOKYISIPHBIN
CTEPEOMUKPOCKOIL. MIITIOCTpaTUBHBIN MaTepuai MOATrOTaBIMBAJICS ¢ MPUMEHEHUEM CTe-
pPEOCKONMYECcKOi MakpodoTorpaduu ¢ napamieabHON OpUEHTAIIMEH ONTHYECKUX OCEH.

[TosipHOCTH COCTOSIHUN TIPU3HAKOB OMpEIENsIach MO MaJICOHTOJIOTMYECKUM JTaHHbBIM:
COCTOSIHHE, 3apETUCTPUPOBAHHOE Y ApeBHEHINX (PopM, OMU3KUX K 0a3ajdbHBIX TaKCOHAM
kinan Caninae u Canini, npuHEManocs 3a npuMuTuBHOE. [lomydeHHas mocieaoBaTelb-
HOCTb 3aT€M COIOCTAaBISIACH C MOCIEI0BAaTEIbHOCThIO B OHTOT€HE3€ M, TAKHUM 00pa3oM,
WCIIOJIb30BaNach JUIsl MPOBEPKH ACHCTBUSA 'OMOT€HETHYECKOrO0 3aKOHA" MpH Pa3BUTHH
CITyXOBOTO Ty3bIps. [loTeHIMabBHOE (PUIOTEHETHIECKOE 3HAYCHHUE TPEIJI0KCHHBIX TPH-
3HAKOB OLIEHUBAJIOCh IO PACHPENETICHUI0 Ne(OUHUTUBHOW MOP(}OIOTMU MO TAaKCOHAM H
COBPEMEHHBIM KJIaJIOTpaMMaM — MOP(}OTOTHIECKUM, MOJICKYJISIPHBIM U KOMOMHUPOBAH-
HBIM — C aKIICHTOM Ha MPOOJIEMHBIX BOMPOCAX CUCTEMATHKHU ceMmeicTBa. KapTupoBanue
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COCTOSTHMI HOBBIX MPHU3HAKOB Ha CYMIECTBYIOINX (PHIIOTCHETHYCCKUX CXEMax IO3BOJISET
MaKCHMAaJbHO HAIJBSIIHO M WH(POPMATUBHO OIEHUTh WX KOHTPYIHTHOCTH C TPAIUIINOH-
ueiMu nipu3Hakamu (Wake, 1994).

Tabmura 1
HccenenoBanHble KpaHUATBHBIC MaTCPHAITBI

- KomnngectBo UCpC1ioB
Lg Lg C HCBCKPBLITEIMHU CO BCKPLITBIMU
= E{ Bun CJIYXOBBIMH IIY3BIPAMH | CIIYXOBBIMH ITy3BIPSIMH
= é Monoasie | B3pocisie | Momoasie | B3pocibie
ocoou ocoou ocobu ocobu
Alopex lagopus 15 71 13 17
Fennecus zerda 2 10 3 5
Otocyon megalotis 3 2 — 4
Urocyon cinereoargenteus — 13 — 6
— Vulpes bengalensis — 2 — —
= Vulpes chama _ 1 _ 1
; Vulpes corsac 3 35 2 10
Vulpes ferrilata 2 1 1 -
Vulpes pallida 1 6 - 5
Vulpes rueppelli — 6 — 3
Vulpes velox — 1 — 1
Vulpes vulpes 54 676 38 204
Cerdocyon thous — 6 1 2
Chrysocyon brachyurus 3 6 1 3
< | Lycalopex vetulus - 1 1 1
E Nyctereutes procyonoides 5 287 2 20
% Nyctereutes viverrinus —~ 10 — —
S | Pseudalopex culpaeus — 2 1 2
8 Pseudalopex griseus — 5 1
Pseudalopex gymnocercus - 3 - 1
_ Pseudalopex sechurae - - - 1
= Speothos venaticus — — — 2
S Canis aureus 14 98 11 38
Canis latrans 1 10 2 5
Canis lupus 32 60 26 51
| Canis lupus [cobaka] 42 265 9 141
= Canis mesomelas 6 13 2 8
& | Canis pallipes 4 1 — 2
Cuon alpinus 3 13 4 9
T"Eucyon" odessanus — 2 —~ 14
Lycaon pictus 2 10 1 4
Schaeffia adusta 3 16 1 4
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Pa3nen 3. PazBuTHe ci1yX0BOro my3bipsi ICOBBIX B MOCTHATAJILHOM OHTOr€He3e

B pasnmene mpencraBieHbl IeTalbHOE ONMUCaHWE W pororpaduyeckas TOKYMEHTAIHS
IpoIlecca Pa3BUTHUS CIIyXOBOTO MY3bIPS NICOBBIX.

Y HOBOPOXICHHBIX OCOOCH CIyXOBOH My3BIPh OTCYTCTBYET, MMEETCS JIAIIb IpeHa-
TaJIbHO OKOCTEHEBINAs y3Kas SKTOTUMIIaHaJIbHAsE KocTh (0S ectotympanicum, ET), mprka-
Tasi K MBbICYy KaMEHUCTOW KocTU. Ee MeaualbHbIN Kpail COequHEH ¢ OCHOBaHWEM dYepera
TOHKOW TOJYMPO3pPaYHON COCTUHUTEITHPHOTKAHHON IJICHKOH, 0€3 KaKuX-JTHO0O KOCTHBIX
anemenToB. Kak Obuto mokasano /. Illtapkom (1964, 1967) npu rucTOIOrHYECKOM UCCIIe-
7oBaHUU coOakH, OHA MpeICTaBlieHa THATMHOBEIM XpsmioM. B Teuenue nepBoix 7—-10 mHei
SKTOTHMITaHAJbHAS KOCTh HECKOJIBKO paCIIMPSETCS W MOBOpavMBacTCsS B Oojee BEpTH-
KaJbHOE TOJIOKCHHUE.

Ha cnenyromeit cramuu pasputus (mpudiusurenbio ¢ 10-ro mo 30 meHs) okocTeHe-
BaeT MeJIHUaIbHas 9acTh (DOPMHUPYIOIIETOCS CIIYXOBOTO Iy3bIpsi. B Hel pa3BUBarOTCS SHTO-
THUMITAaHAIBHBIE OKOCTEHEHHSI — HO He J1Ba (pOCTPaIbHOPHTOTUMITAHAIBHOE U €AMHOE "'Ka-
yIaJbHOPHTOTHMITaHATBHOE"), Kak cuuTaiioch padee (Hunt, 1974a), a getsipe — pocT-
PaAbHOPHTOTUMITAHAIBHOE, TIEPBOC M BTOPOE KayAalbHOIHTOTHMIIAHAIbHBIC (paHee ycTa-
HOBJICHHBIC TOJIbKO y Arctoidea) u BeHTpaJlbHOPHTOTUMITAHATIBHOE (paHee HEe U3BECTHOER)
(puc. 1):

1) PoctpanpHO’HTOTHMIIaHAIBHAsS KOCTh (0S entotympanicum rostralis, R) nHauunaer
OKOCTEHEBAaTh B 30HE KOHTAaKTa KAMEHHUCTOH, KPHUIIOKIMHOBUIHON U OCHOBHOM KJIMHOBH/I-
HOMW KOCTeH. 3aTeM OKOCTEHEHHUE PACIPOCTPaHICTCsI TOCTEPOMETUAIBHO, (POPMUPYS KPbI-
nry ¥ OOKOBBIC CTCHKH COHHOTO KaHaJIa.

A

Puc. 1. KocTHbIl cocTaB CIIyXOBOTO Iy3BIPs TICOBBIX U €T0 CBsI3b C Tomorpadueil nHTpa-
OYJUISIpHBIX TIEPErOpoIoK U rpedHel. A BeHTpomeanaibHbI aclIeKT HEBCKPHITOTO JIEBO-
ro CIyXxoBoro my3sips 3—4-ueaenpHoro Canis lupus (arepanbHast cTOpoHa CIipaBa, pocCT-
panbHas cBepxy). B: 30HbI popMHpPOBaHUS BHYTPEHHHUX MEPETOPOIOK U rpebHei. POS —
noctcenTtanbHbIN rpedenn (crista intrabullaris postseptalis), PrS — npecenTaibHbIi pe-
oens (crista intrabullaris preseptalis); ocransHbie 2a00peBUATYPBI CM. B TEKCTE.

2) IlepBas kaygabHOOHTOTHMITAHATBHAS KOCTh (0S entotympanicum caudalis primum,
E1) HauMHaeT OKOCTCHEBaTh B MEPEAHEH YaCTH IMY3bIPSA MEKIY POCTPAbHOIHTOTHMIIA-
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HaJIbHOW M 3KTOTUMIIAHAJIBHOM KOCTSIMU. 3aT€M OKOCTEHEHHUE PaclpOCTPaHSAETCS MOCTe-
pOMEIUAIbHO 10 KOHTAaKTa C BEHTPAJIbHOIHTOTUMIAHAJILHON M BTOPOM KayJadbHOIHTO-
TUMITAHAJIbHOU KOCTSIMH.

3) Bropas kaynanpHO’HTOTUMIIaHAJIbHAs KocTh (0S entotympanicum caudalis secun-
dum, E;,) HaunHaeT OKOCTeHEBaTh OT 0apabaHHO-TTOABI3BIYHON KOCTH M, Ha 3TOM OCHOBA-
HUH, romMojorusupyercs ¢ "caudales Entotympanicum” K. Ban-nep-Kiay (1922). Oxocre-
HEHUE UJIET B POCTPAIbHOM HAIPaBJICHUU /10 KOHTAKTa C BEHTPAIbHOIHTOTUMIAHAIbHON
U TIEPBOI Kay1aJbHOPHTOTUMITAHATILHON KOCTSIMHU.

4) BenrpanbHO’HTOTUMIIAHAIbHAs KocTh (0S entotympanicum ventralis, VE) okocre-
HEBAE€T B BEHTPAJIbHOM YacTHU 3aJIHEW MOJIOBUHBI CIYXOBOI'O MY3bIpsl HA 3HAYUTEIHLHOM
pPacCTOSIHUM OT LIEHTPOB OKOCTEHEHHMS KayJaJIbHOPHTOTUMIMAHAIBHBIX KOCTEH, MCXOIHO
KOHTaKTUPYS TOJIBKO C DKTOTHMMMAHAIBHOU KOCThIO. [IpubIM3uTEeIbHO Ha YeTBEpTOM He-
Jieje MOCTHATAIbHOTO Pa3BUTHUSI BEHTPAJTIbHOPHTOTUMIAHAIbHAS KOCTh HAUMHAET CJIErKa
"B3yBaThCs', aBas Hayajio 0cOOOMY CHHYCY, TaKK€ Ha3BaHHOMY BEHTPaJIbHOIHTOTHUM-
nmaHaJIbHBIM (Sinus entotympanicus ventralis, VES).

Ha tpetheit craguu (cineayrolneid 3a MOJHBIM OKOCTEHEHUEM CIIyXOBOTO My3bIps M 3a-
BEpIIAIOIICICS K 9—/-MECIYHOMY BO3pacTy popMupoBaHueM AePUHUTUBHON MOpQoIio-

— BeHTpanbHas neperopopka
- — — — OcHoBaHve gopcanbHON Neperopoaku
~—. .. — [lopcanbHbIi Kpain kayganbHO3IHTOTUMMNAHAamNbHbIX KOCTEN
— — [paHuLa 3KcrnaHcun BeHTPanbHO3HTOTUMMNAHaNbHOro CMHyca

¥ — Lllos mexay KaynanbHOHTOTUMMNAaHaNbHbIMKU KocTamu (E, n E,)
v v — JInHua pesopbumpoBaBLIECA YacTU BEHTPanNbHON Neperopoaku

Puc. 2. Pa3zButue ciayxoBoro my3eips Canis lupus mociae okocTeHeHHs SHTOTHMITAHAIBLHO-
ro KOMIUIeKca. BEHTpambHBIN acleKT MPaBoTo My3bIPs, BCKPBITOTO MO JUHUU MaKCUMaJlhb-
HOW SKCIaHCHHM BEHTPAJIbHOIHTOTUMIIAHAIBLHOTO CHHYCa (JlaTepajibHash CTOPOHA CIICBa,
poctpanbHas cBepxy). |: Bospact 4-5 nenens; Il: Bozpact 8-10 memens; Il1: B3pocnas
0co0b. TC — Gapabanublii rpedeHs (Crista tympanica); ocranbHbie aOOpPEeBHATYPHI CM. B
TeKcTe u puc. 1.
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B D

v

1 —NepBas KayAanbHOSHTOTUMNAHAMNbHAS KOCTb - — OCHOBaHWe aHTEPOBEHTPanbHON Neperopoaky
[ — BeHTpanbHOSHTOTUMNaHaNbHas KOCTb % — LLIoB Mexay BEHTPanbHOSHTOTUMMAHAMNLHOM
=T S —— W BKTOTUMAAHANBHOM KOCTSIMM

1 — BeHTpanbHOIHTOTUMNAHANbBHbBIA CUHYC R — MocTHaTanbHsIii OHTOreHes

Puc. 3. Pazo6mienue ocHOBaHUSI BEHTPAIbHOMN MEPErOPOIKH U IIBa MEK]Iy BEHTPAIbHOZH-
TOTHUMITAaHAJIBHON M DKTOTHMIIAHAJIBHOW KOCTsIMH B oHTOreHe3de Chrysocyon brachyurus,
WIITIOCTPUPYIOIIEE POJIb BEHTPAIbHOAHTOTUMIIAHAIIBHOTO CUHYCA B (HOPMHUPOBAHUU Tepe-
TOPOJKH CIIyX0BOro Iy3blps. A: IlonepeuHslil cpe3 ciayXoBOro Imy3bIpsi B3pOCIONH 0coOu
(marepanpHast cropona copasa). [To I1. Ban-Kamneny (1905, Abb. 49); b.0. — ocHoBHas
3aThUIOYHAsA KOCTh, C.C. — COHHBIN KaHai. B: ®parmeHT nzobpaxkenuss A ¢ 0003HaUeHU-
MM YTOUHEHHOI'0 KOCTHOI'O COCTaBa ITy3bIPsl U OTHOCUTEIBHOTO PACIIOJIOKEHUS OCHOBA-
Hus AV u mBa VE/ET. C: Cxematndsblii cpe3 my3bIpsi IOBEHWIBHON 0COOM HA CTaIuM
odopmuBIIeiica neperopoaku. BuaHo, yTo paccrosiHue Mexay ocHoBaHnueM AV U IBOM
VE/ET menbIre, yeM y neGUMHUTHBHOTO CIIyXOBOTO My3bIps. D: 3auaTrounas meperopoaka
Ha CTaJMH TOJILKO YTO OKOCTEHEBIIETO cIyXoBOro my3bips. OcHoBanue AV u mos VE/ET
elle COBIAJIAI0T APYT C Apyrom. AGOpeBHaTyphl CM. B TEKCTE.

T'MH), BEHTPaJIbHOIHTOTUMITAHAJILHBIA CHHYC BHEAPSCTCS B KOCTH, UCXOJHO OKPY)KaBIIIHUEC
BEHTPAJIbHOIHTOTUMIIAHATIBHYIO KOCTh: B SKTOTHMITAHAJIbHYIO — JIATEPaIbHO, BO BTOPYIO
KayTaJTbHOOHTOTUMIIAHAJIbHYI0 — TMOCTEPOMEIMATBLHO M B MEPBYIO KayJTaJIbHOIHTOTUM-
NaHAJbHYI0 — aHTepoMeauaibHO. B pesynbrare, dhopmMupyercs HenmpepbiBHAs KOJIbIIE-
BuHas neperopojka (puc. 1 B, 2 1). YV nuckux oHa npejcTaBieHa JHIIb C1a0bIM rpeder-
KOM WJIM BaJMKOM, Y HACTOSIIMX ICOBBIX — XOPOIIO BBIpakeHa. B XoJe JnaibHENIIero
pa3BUTHS y OOJBIIMHCTBA BUOB OHA YaCTUIHO PE30pOUPYETCs B CBOCH JlaTepaaIbHON Yac-
t™ (puc. 2 lI-111). B 3aBUCUMOCTH OT CTETIeHU 3TOI pe30pOIHH, B COUCTAHUN CO CTEIICHBIO
OKCIAHCHU BEHTPAIbHOYHTOTUMIIAHAIBHOTO CHHYCA, TEPETOPOJKA CIIYXOBOTO ITy3BIPS
npuoOperaeT GopMy mosrymecsa, MOJKOBBI WIIH KOJIbIA (IMCKA C IIUPOKAM OTBEPCTHEM
nocpeaune) (puc. 3-5).

Takum o0paszoM, B oTimdre oT npexxHux B3rsaoB (Hough, 1953; Hunt, 1974a, 1987,
Wang, Tedford, 1994), neperopojika ciryXoBOT0 Iy3bIpsi ICOBBIX (POPMUPYETCS HE TTOABO-
pauuBaHUEM Kpas ''KaynalbHOHTOTHUMIIAaHAJILHOW KOCTH', a MyTeM MHBA3WU BEHTPAJIbHO-
SHTOTHMIIAHAJILHOTO CHHYCa B SKTOTUMIIAHAJIBHYIO U JIBE KayJaIbHOIHTOTUMIIAHAIbHBIC
kocTu. COOTBETCTBEHHO, OHA UMEET CJIOXHBIN KOCTHBIA COCTaB: aHTEPOBEHTpaJbHAsS Iie-
peropozka (septum intrabullare ventrale anterius, AV) u mocrepoBeHTpalIbHas IEPEro-
ponaxka (septum intrabullare ventrale posterius, PV) cdopmupoBaHbl B 3KTOTUMIAHATBHOMN
KOCTH, aHTepoaopcaibHas neperopozaka (septum intrabullare dorsale anterius, AD) — B
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MEePBOU KayIadbHOPHTOTHMITAHAIBHON KOCTH, a TIocTepoaopcaiibHas (Septum intrabullare
dorsale posterius, PD) — Bo BTopoii kaynaibHO3HTOTUMIAHAIBHOU (puc. 2, 3, 5).

Pasznen 4. lepunutuBHas Mmopdos10rust CJIyX0BOro MmMy3bIpsi NCOBBIX

B pazgene mpencramieHbl AeTaibHOE onucaHue U (ororpaduyeckas JOKyMEHTAIMS
MOP(}OTOTHYECKOTO pa3HO0Opa3us AEPUHUTUBHBIX CIYXOBBIX Iy3bIPEH HCCIIETOBAHHBIX
BUIOB TojicemeiictBa Caninae, ¢ akieHToM Ha MHTpalyuIspHyto Mopdosoruto. Ilepero-
POJIKa CIIyXOBOT'O Iy3bIPs MPEACTABICHA CICAYIOMUMHE cocTOsTHUSIMU (puc. 4):

1a. Tonkuii mojiymecsil B MEIUAIbHOW YacTH CIyXOBOTO MY3bIps. ITO COCTOSTHUE 00-
HapykeHO y OasanpHbix Caninae (fLeptocyon) m mHTepnpeTUpyeTCs KaKk HCXOTHOE IS
nojcemeiictBa. OHO Takke MPEJICTABICHO y COBPEMEHHBIX '(PEHHEKOMIHBIX' JIMCHUX:
Fennecus zerda, Vulpes rueppelli u V. chama.

1b. Ileperopojka MoYTH WK MOJHOCTHIO peayipoBana. COCTOSHUE MPEICTABICHO Y
Otocyon megalotis u uHTEpIIpeTHPYETCS KaK MPOU3BOIHOE OT COCTOSIHHS 1a.

2. [Tomymecsir ¢ 6oee pa3BUTOM, HO HE 3aXOAsAIIeH Mo OapabaHHBIN TpeOeHb aHTEPO-
BEHTpaIbHOU 4acThi0. COCTOSIHUE MPEACTABICHO Y OCTAIBHBIX JINCHUX U WHTEPIPETUPY-
€TCsl KaK MpoM3BOJgHOE OT la. B mpemenax 3TOTO COCTOSHUSA, TIO CTEMEHU POCTPATBHON
AKCITAHCHH BEHTPAIBHOIHTOTHMIIAHAIBHOTO CHHYCA, JOTIOJHUTEIHHO BBIICISIOTCS TPYI-
nel 2a u 2b: Vulpes s. str., mmu "Hactosmue muceu’ (V. vulpes u V. pallida), u "xopcako-
uanbie” (Alopex lagopus, V. corsac, V. ferrilata, V. velox, V. bengalensis) coorBercTBeH-
Ho. [locneaHee pa3jenenre MeHee YETKOE BBUAY IIMPOKOTo AUana3oHa U3MEHYUBOCTH 110
CTENEHU POCTPATILHOM SKCMAHCUU BEHTPAJIbHOPHTOTUMIIAHAIBHOTO CHHYca y mecia. Ec-

1b 2b
@ - [opcanbHasa neperopoaka
Il - BedTpanbHasa neperopogka
[ — BapabaHHblih rpebeHb
PAN zZ5
1a 2a 3 4 )

- Vulpini )\ Canini J

Puc. 4. Cxematudeckoe n300pakeHHE BCKPBITHIX CIIYXOBBIX My3bipert Caninae (iarepaiib-
Hasl CTOPOHA CIIpaBa, POCTpajibHas CBEpXy). 1-5 — COCTOSHUS MPU3HAKOB MEPETOPOIKH
CIIyXOBOTO Ty3bIps (cM. B TekcTe). CTpekamMu yKazaHa MoJIIpHOCTh, OCHOBAaHHAsI Ha Tasie-
OHTOJIOTUYECKUX JAHHBIX.
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Puc. 5. A: Cerdocyon thous PIUW 3561 (B3pocblit); BeHTpOMEAHAIbHBIN aCIIEKT BCKPHI-
TOTO JICBOTO CIIyXOBOTO MMy3bIpsi. B: CxemaTudeckoe mpeacTaBICHUE YacTH Iy3bIps, U30-
OpaxkeHHOTo Ha A, 00pa3ytoleiics B pe3yIbTaTe pa3BUTHS BEHTPATbHOIHTOTUMIIAHAIBHO-
ro cuHyca. JIMHUS BCKPBITHS 3aIITPUXOBAaHA, OCHOBAHUE TIOJIKOBOOOPA3HOM MEPETOPOIKH
(AV+AD+PD+PV) oTMedeHO KMUPHOM JTMHUCH, SKTOTUMIIAaHAIbHAS KOCTh — IYHKTHPOM,
creHku aepunutuBHoro VES — cepbiM orTeHkoM. BuaHo, uro ncxoanas 3ona VES (to-
yeuyHas JuHusA), panee copmagasiias ¢ VE (cm. puc. 1 A u 3 D), cTraHOBUTCS OKHOM, coe-
JUHSIONIMM CHHYC C OCTaJbHOM YacThiO CIYXOBOTO My3bIps. B xone pa3BUTHS 3TO OKHO
pacuIMpseTcsl MyTeM pe30opOlHMK CBOUX KpaeB (CTpesiku) 10 AC(PUHUTUBHOIO COCTOSHUS
(6enast 06sacTh). AOOpEBHUATYPHI CM. B TEKCTE.

JIM 3Ta CTENeHb He nepekpbiBaeTes y V. vulpes u V. pallida ¢ oxnoit ctoponsl, u'y V. cor-
sac, V. ferrilata, V. velox, V. bengalensis — ¢ apyroii, To cpeau A. lagopus BcTpeuaroTcst
9K3EMIUTSIPBI, COOTBETCTBYIOMINME MO JaHHOMY TpU3HaKy oOemm rpymmam. Urocyon cine-
reoargenteus taxxe npuOIMKaeTcsa K IpyIie 'KOPCaKOUIHBIX' MO CTENEHU POCTPATbHON
OKCIAHCHUU BEHTPAILHOIHTOTHUMITAHAIBHOTO CUHYCa U (popMe Mmeperoposiku, HO Pe3Ko OT-
MYaeTCs Cy>KEHHEeM 3aJHEH YacTH My3bIps U yBEIUYCHUEM HIDKHEH TyObl HapyKHOTO
CIIyXOBOT'O TIPOXO/Ia.

3. IMomymecs ¢ Bceraa 3axojsiiei moja OapabaHHBIM TpeOCHb aHTEPOBEHTPATBHOMN
94acThI0. DTO COCTOsIHME 0OHapy»keHo y 0azambHbix Canini (T"Eucyon") u uHTEpIpETHPY-
eTcs KaK MPOW3BOAHOEC OT 23 M UCXOAHOE i TpuObl. [IpencraBieHo y 4iIeHOB 00eux
noarpu6 (Cerdocyonina u Canina). B npenenax ganHoro coctosiHus (Kak M y JIMCHUX B
npesenax MPeIbIAYIIero COCTOSIHUS) HAOIIOMAIOTCS JOMOMHHUTENIBHBIC IO/Ipa3/ieieHus,
s deKTUBHBIC, TIO KpaliHEH Mepe, IS pOJIOBOW M BUAOBOM auarHocTuku. Tak, Lycalopex
vetulus pesko ormuuaercs ot Pseudalopex Spp. 3HAYMTENBHBIM B3IyTHEM ITy3BIPS, TPU-
JarommM eMy ImapouuHyio ¢dopmy; Pseudalopex sechurae — ot Pseudalopex s. str.
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OOJbIIIeH POCTPATBHOM M JaTepalbHONW SKCIHAHCUEH BEHTPAIbHOIHTOTHMIIAHAIBHOTO CH-
Hyca; Nyctereutes procyonoides xapakTepu3yeTcsi COYSTAaHHEM CHIBHOTO POCTPAIBHOTO
CMEILICHUS OCHOBAaHUA IIEPEIHEN NTEPETOPOIKU C €€ MAJIOW BBICOTOM.

4. TloakoBa ¢ 3axosuMu o 6apabaHHbIi TpeOeHb aHTEPOBEHTPATILHON U TTOCTEPO-
BEHTPAJIbHON YaCTAMHU. ITO COCTOSTHUE MOXKHO (hOPMaAIN30BaTh KaK ' TOCTEPOBEHTpAIbHAS
neperopojka umeercs”. OHO UHTEPIPETUPYETCS B KAUE€CTBE MPOU3BOIHOIO OT COCTOSHUS
3. Bcerma mpencrasiaeHo u xopoiio Beipaxkero y Cerdocyon thous (puc. 5), Canis lupus,
Canis pallipes, Cuon alpinus u Lycaon pictus; Bceraa mpeacTaBiIeHO, HO cliabee BhIpake-
Ho, y Schaeffia adusta; nHorma BcTpeuaeTcsi, HO ¢i1abo BeIpaskeHo, y Menkux Canis: C. au-
reus, C. mesomelas u C. latrans.

5. HempepbiBHOE KOJBIIO ¢ BEHTPAIBHOM YacThIO 1MOJ] 6apabaHHBIM rpebHeM. DTO co-
CTOSIHME MHTEPIPETUPYETCS KaK Harbosee MPOJBUHYTOE U MPOU3BOHOE OT COCTOSHUS 4.
Bcerna npencrasieno y Chrysocyon brachyurus u Speothos venaticus u, xak npaBuio, y
Cuon alpinus hesperius.

Pa3znen 5. Anaau3 u 00001IeHHe JAHHBIX

B paznene npoBoAUTCS CpaBHEHUE YCTaHOBJIEHHOIO KOCTHOI'O COCTaBa M BHYTPEHHEU
MOP(OJIOTUN CIYXOBOTO IMY3bIPsI MCOBBIX C COOTBETCTBYIOUIMMU JAHHBIMU MO JAPYTUM
UH(paoTpsAIaM XHUIIHBIX MJIECKOMUTAIOUIUX U COMOCTABIISIETCS MOCIEA0BATEILHOCTh MOP-
(osoruueckoil TpaHCHOPMAILIMK CIYXOBOT'O Iy3bIpsi B OHTOoreHe3e Caninae ¢ TakoBoil B
¢uoreHe3e maHHOroO mojcemeiicrea u Hesperocyoninae. Takke aHATU3UpPYETCs pacipe-
JICJICHHE COCTOSTHUM MPU3HAKOB MEPErOpOAKU MO KajgaM COBPEMEHHBIX (UIIOreHeTuYec-
KHX JIEPEBBEB U €r0 COOTHONIEHUE C MOJISIPHOCTHIO, OCHOBAHHOM Ha MaJI€OHTOJOTMYECKUX
JAHHBIX.

OOmwM 1 uexoaHbIM A1 Carnivora sBaseTcs SHTOTUMIIAHAIBHBIN KOMILICKC, COCTOS-
UM U3 POCTPAIBHOPHTOTUMIIAHAIIBHOM W BTOPOM KayJajJbHO3HTOTUMIIAHAJIBHOW KOCTEMN
(R+E,), coxpanuBmmiics y Aeluroidea. OH monoiHeH mepBoi KayaalbHOYHTOTUMITAHAb-
HOW KocThio y onoTpsina Caniformia (kommieke R+E,+E;, coxpanusmmiics y Arctoidea)
Y, HAKOHEI], BEHTPaJIbHOIHTOTUMITAHAIBHON KOCThIO (KomIuieke R+E,+E;+VE), yaukans-
Hoit s Cynoidea (puc. 6). JlanHas runoresa MOJHOCTBIO COTJIACyeTCsl ¢ TOMOJIOTHEH CO-
BpeMeHHBIX Kianorpamm oTpsiga Carnivora (Flynn, Nedbal, 1998; Schreiber et al., 1998;
Yu et al., 2004; Flynn et al., 2005; Fulton, Strobeck, 2006; Sato et al., 2009; Agnarsson et
al., 2010; Eizirik et al., 2010).

AHanu3 MONy4YeHHBIX U JUTEPaTYPHBIX JTaHHBIX M0 oHTOreHe3y Carnivora oOHapyKui
OIIMOOYHOCTH OOIIETIPUHATOTO MPEACTABICHUS O PA3BUTUU MEPETOPOJOK CIYXOBOTO Iy-
3bIpsA IYTEM ' TIOJIBOPAYMBAHUS  KPAEB KOCTEH, TO €CTh UX POCTa BHYTPb MOJIOCTHU IY3bIPA.
B neiicTBUTEIBLHOCTH TIEPETOPOJKH SIBISAIOTCS HEPE30POMPOBABIIMMHUCS YYaCTKAMU HC-
XOJTHOM CTEHKH ITy3bIpsl HAa TpaHUIAX MEXIY HE3aBHUCHUMO Pa3BUBAIONIUMUCS CHHYCAMH.
Tonorpadus 30H, B KOTOPBIX HAYMHACTCS Pa3BUTHE ITUX CHHYCOB, mojiHocThIO (y Aeluro-
idea u Cynoidea) ninu yactuudo (Arctoidea) cBsi3aHa ¢ KOCTHBIM COCTaBOM SHTOTHMIIaHA-
JIbHOM 4aCTH ITy3bIpSl.

Pacnipenenenne cocTOSHUN MPHU3HAKOB MHTPAOYJUIPHOI MOPQOIOrUU MO TaKCOHaM
Caninae B 1eI0M COTJIACYETCSl ¢ XapaKTepOM BETBICHHSI COBPEMEHHBIX MOPQOIOrHyec-

kux, Monexyssipablx (MTIHK u s/{HK) n xomOunuposannbix kiagorpamm (Tedford et al.,
1995; Bininda-Emonds et al., 1999; Wayne et al., 1997; Zrzavy, Ri¢ankova, 2004; Barde-
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Aeluroidea Arctoidea Cynoidea
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Puc. 6. KocTHbIi1 cocTaB CIyXOBBIX My3bIpeil U (UIOTE€HETUYECKUE CBSI3U TpeX MH(PpaoT-
psamoB Carnivora. A-C: mo P. Xanty u P. Tendopny (1993, fig. 5-4); D-F: yrounenusie
nanneie. A, D: Felidae-Viverridae (Aeluroidea), B, E: Arctoidea, C, F: Canidae (Cynoi-
dea). AL — KpbUIOKIMHOBHIHAS KOCTh, BO — ocHOBHas 3aThlTouHas KOCTh, BS — ocHO-
BHAas KJIIMHOBHUIHAS KocTh, EQO — OokoBast 3ateuIounast Koctb, M — coclieBuIHass KOCTb,

SQ — yemryitvaras kocTh, S — septum bullae; ocranbpHbIe a00peBHATYpPHI CM. B pasjere
2.

—~

BO

E; EO

leben et al., 2005a, 2005b; Lindblad-Toh et al., 2005; Agnarsson et al., 2010; Perini et al.,
2010) m MOJIAPHOCTHIO, OCHOBAHHON Ha TMAJICOHTOJOTUYECKUX JTAHHBIX, CBHICTCIbCTBYS
TaKUM 00pa3oM O MEePCIEKTUBHOCTH €€ UCIIOIb30BaHUS B PUIOTEHETUKE U TAKCOHOMUYEC-
KoM auarHoctuke. [Ipexae Bcero, 3aX0K/1eHUE aHTEPOBEHTPAIHLHOMN MEPErOpOKH 110 Oa-
pabGaHHBI TpeOCHb OKa3bIBaeTCs cuHarmomopdueit s TpuoObl Canini (Bkirouas poj
Nyctereutes), a kosbIIe00pa3HOE COCTOSHUE MEPETOPOIKH — CHHAITOMOPQUEH IS MOoJie-
KyJSIpHO-cHcTeMaThudeckor kimanel Chrysocyon+Speothos B mpenenax moarpudsr Cerdo-
cyonina.

OTanuust Mexy Tpubamu 1o MOop¢oJIOTUU CIYyXOBOTO MYy3bIPS B LIEJIOM MOXHO CyM-
MHUPOBAThH B BUJIE HUKECIETYIOIUX JOMOJHEHUN K TAKCOHOMUYECKUM JHarHO3aM:
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Vulpini. Otnunuarores ot 6a3anpHbeix Caninae (Leptocyon) 601bmuM yriiom, o1 KoTo-
PBIM JKTOTHMITAHAIBbHAS KOCTh PACIIOJIOKEHA K TOPU30HTAIBHOW IUIOCKOCTH ueperna. B
otauyne oT TpuObI Canini MPUMUTHBHO COXPAHSIOT: 1) OTHOCHTEIBHO OoJiee KPYITHYIO JK-
TOTUMIIAHAJIBHYIO KOCTbh, KaK MIPABHUJIO, HE MEHSIONIYIO CBOKO (pOpMY B 30HE MHBA3HH B HEE
BEHTPAIbHOYHTOTUMIIAHATIBHOTO CHHYCQ; 2) OTCYTCTBHE TOCTEPOBCHTPAILHOU TEepero-
POJIIKH CIIyXOBOTO Iy3bIpsi; 3) ciiaboe JiaTepajabHOEe 3aX0XKICHHEC aHTEPOBEHTPAIBLHOM Iie-
PErOpPOJIKK CIYXOBOTO IMy3bIPsi: €¢ OCHOBAaHHME HUKOTIA HE 3aXOUT 10| OapabaHHBIN rpe-
OcHb.

Canini. Otauyarotcst ot VUlpini cieayromumMu IpoABUHYTHIME IpHU3HAKaMH: 1) OTHO-
CUTEIILHO MEHBIIICH SKTOTUMIAaHAILHOT KOCTHIO, BCET/Ia B3/yBaOIICHCS B 30HC MHBA3HU B
HEEe BEHTPAJIbHOIHTOTHMIIAHAILHOTO CHHYyCA;, 2) CHJIBHBIM JaTepalibHBIM 3aX0KICHHEM
AHTEPOBEHTPAIBHOIN NMEPEropoKH CIIyXOBOTO ITy3bIPs: €€ OCHOBAHME BCETIa 3aXOIUT MO
OapabaHHBIl rpeOeHb. Y MNPOABUHYTHIX MNPEACTABUTENEH TPUOBI MOSBISAETCA MOCTEPO-

HESPEROCYONINAE CANINAE 3
3
Vulpini Canini 5
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Puc. 7. CooTHOIIEHHST MEXIy (PHIOTEHETHYSCKMMH W OHTOT€HETHYCCKMMH IOCIIE0Ba-
TEJILHOCTAMHU MOP(HOJIOTHHU TIEPErOPOKH CIIyXOBOTO My3bIpsl y paHHUX 1coBbIx (Hespero-
cyoninae) u Caninae. JleBblii 0J10K: DBOJIIOIMS Meperopoaku Hesperocyoninae mo jgaH-
HeiM 111. Banra u P. Teadopna (1994). IlpaBwlii 6J10k: Pa3Butre neperopoaku CiayxoBo-
ro my3slps B oHToreHese Caninae (BHu3sy), nmpuBojsinee K ACPHUHUTHBHBIM COCTOSHHIM
(BBepxy), N300pak€HHBIM B (DHUIIOTEHETHUYCCKON MOCICI0BATEILHOCTH: OT IMPUMHUTHBHBIX
(cneBa) x Hambosee MPOABUHYTHIM (cripaBa). OHTONCHETHYECKHE TE€TEPOXPOHUN OTMEYe-
HBI TIEPEIIOMIICHHBIMHU CTPEIKAMHU.
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BEHTpAJIbHAS TIEPErOpo/IKa, MHOT/Ia HE OTACICHHAS OT aHTEPOBEHTPAIIbHOI; 00mIast popma
HIEPETOPOIKH CTAHOBUTCSI, COOTBETCTBEHHO, TIOJKOBOOOPA3HOM U KOJBIICBHTHOM.

Pa3BuTHue meperopoliku CIryXoBOTO Iy3bIpsi B OHTOreHe3e Caninae moBTopsieT ee 3Bo-
JIOIHMIO Y PaHHUX TMCOBBIX — HeSperocyoninae, mpu 3TOM OHO HANPaBJICHO MPOTHUBOIIO-
noxHO QuoreHe3y camux Caninae (puc. 7). AmoMop(dHbBIE COCTOSHHS TPU3HAKOB MEPEro-
POJAKH JaHHOTO MOJCEMENCTBA MPEICTABISIOT COO0U 1MeAOMOP(O3bI, YTO CBHICTEIbCTBY-
€T 0 3HAYUTEIHHOIN POJI OHTOTCHETUYECKUX OTPAHUYCHUH B SBOJIIOLUH CIYXOBOTO ITy3bI-
PsI HACTOSIIIMX TICOBBIX.

BbIBO/IbI

B nuccepranuonHoii paboTe McciaenoBaHO pa3BUTHE CIIyXOBOTO ITy3bIpS B OHTOTEHE3€
U ero Mopdoioruyeckoe pazHooOpazue cpeir TaKCOHOB McoBUX. [lonmydyeHHbIE TaHHBIE
COIIOCTAaBJICHBI ¢ UMEIOMIEHCsl nH(pOPMAIIHEH 10 JPYTUM IPYMIIaM XHUIIHBIX MJICKOIUTAO-
IIUX, ¥ [TOKa3aHO, YTO TIEPETOPOJKH U CHHYCHI CIIyXOBOTO IY3bIpS B pa3HbIX HH(PPAOTPSI-
nax Carnivora HEroMoJOTHYHBI U MOTYT OOOCHOBaHHO HCIOJBb30BATHCS B CHCTEMATHKE
TaKCOHOB BBICOKOTO paHra. Mopdosorus CIyXoBOTO My3bIpsl TAKXKE MEPCIIEKTUBHA IS
BBISICHEHUSI (PUIIOTCHETUYECKUX CBSI3CH B Ipejenax cemeiictea Canidae.

1. CiyxoBo#i Iy3bIph IICOBBIX 00pa30BaH HE TPEeMs, KaK CUYMTAJIOCh PaHEe, a MATHIO He-
3aBHCUMO OKOCTCHEBAIOIIMMHU 3JIEMEHTaMH. B JOMOMHEHHE K SKTOTUMIAHAIBLHONW KOCTH
(oOmeit s kmacca Mammalia), pocTpaabHOIHTOTHMITAHAILHOW M BTOPOM KayIalbHOSH-
TOTUMIAHAJIBHON KOCTsM (0Omum aiist otpsima Carnivora), a Takxke mepBoi KayJalbHOIH-
TOTHMITaHAIbHON KocTH (00ried mis mogoTpsaa Caniformia), cayxosoii my3sips Canidae
MMEET YHUKAIbHYIO BEHTPaJbHOAHTOTHMIIAHAIBHYIO KOCTh, BBICTYIAIOIIYIO ayTaroMop-
¢ueit nappaorpsaa Cynoidea.

2. Tleperopoaku ciayxoBoro my3bips Carnivora siBIsilOTCS Hepe30pOHPOBABIIUMHUCS
y4aCTKaMH HMCXOJHOW CTEHKH ITy3bIpsS Ha TPAHHUIAX MEXIy HE3aBHUCHMO PACTYIIUMH
("B3myBarommMucs') 30HaMH, a He BOSHHKAIOT ITyTEM POCTa KpaeB KOCTECH BHYTPH IMOJIOC-
TH y3bIpsi. Tomorpadus ATUX 30H MOJHOCTHIO WIIM YaCTUYHO CBS3aHA C KOCTHBIM COCTa-
BOM SHTOTHMITAHAIBHOM YacTH My3bIpS.

3. 30HO0H, HHAYLHMpYIOLIElH 00pa30BaHKE NEPETOPOJKH Y TICOBBIX, SIBISETCS BEHTPAJIb-
HOPHTOTHMITaHAIbHASI KOCTh. B Hell HaunHaeT (GOpMUPOBATHCSI OJJHOUMEHHBIN CUHYC, KO-
TOPBIN 3aTeM PACHpPOCTPAHICTCS B OKPYXKAIOIINUX ee KOCTsAX. B pesynbraTe, 4acTh mepBo-
HAYaJbHOW CTEHKH TY3BIPsI OKa3bIBACTCSl BHYTPH IMOJIOCTH Iy3bIPS U CTAHOBUTCS TEPEro-
POJIKOH CO CIIOXKHBIM KOCTHBIM COCTaBOM: aHTEPO- U IMMOCTEPOBEHTPATBHBIC €€ YaCTH 00pa-
30BaHbl IKTOTUMITAHATBHON KOCTBIO, aHTEPOJOpCATbHAST — IEPBOM KayaadbHOIHTOTHM-
MTAHAIBHOM KOCTBIO, a TOCTEPOAOPCATIbHAS — BTOPOU KAy 1aJIbHOIHTOTUMIIAHAIBHOM.

4. BeHTpalbHOPHTOTHUMIIAHAIBbHAS KOCTh, OJHOWMEHHBIH CHHYC U YETBIPEXKOMIIO-
HEHTHAs IEPETOPOIKa CIYXOBOTO ITy3bIPSl YHUKAIBHBI JUIsl ICOBBIX M CBUIETEIBCTBYIOT O
monodumuu Cynoidea. OctanbHble HHOPAOTPSIBI XUIIHBIX MICKOIUTAIOIINX XapaKTepH-
3YIOTCSI PA3BUTHUEM JIPYTHX, HETOMOJOTHYHBIX, CHHYCOB B TUIOTUMIAHATHHON OOJIACTH
(kaymanpHO’HTOTHMITAaHATEHOTO y Aeluroidea n TpancOymsipueix y Arctoidea), kotopsie
TaKXKe CBSI3aHBI C OCOOCHHOCTSIMU OKOCTEHEHHSI UX CIIyXOBBIX My3bIpeil. Dopmupyromue-
cs B pe3ynbrate MHTpaOysusipHble neperopoaku (septum bullae y Aeluroidea u septum
transversale y Arctoidea) Heromosoru4Hsl Ipyr nIpyry u Takooit y Cynoidea, 4ro mo3Bo-
JsieT 000CHOBAHHO HCITOJIb30BaTh UX B CUCTEMAaTHKE TakCOHOB Carnivora BBICOKOTO paHra.
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5. Mopdomnorus BeHTpaTbHOIHTOTHUMIIAHAJILHOTO CHHYCA W TMEPErOpOJKHU CIYyXOBOTO
My3bIpsl TIEPCHIEKTUBHA ISl TAKCOHOMUYECKON AMATHOCTUKH U (PUIOTEHETHYECKOro aHa-
nau3a 1ncoBbiX. [IoNspHOCTH COCTOSIHUI TPU3HAKOB MEPEropoJIKM, OCHOBAHHAS Ha Maje-
OHTOJIOTUYECKUX JAHHBIX, B LIEJIOM COIJIacyeTcs C UX pacupesiesIeHueM Mo KiaJaM COBpe-
MEHHBIX (PUJIOT€HETUYECKUX TUIIOTE3.

6. 3axoxkIeHre aHTEPOBEHTPAIBHON MEPErOPOJIKH Mo OapabaHHbII rpeOeHb BhICTYIIA-
eT BTOpOii (Iocjie paHee yCTaHOBJICHHOTO HATMUHUS ()POHTATBLHOTO CHHYCA) OCTEOJIOTrHYeC-
Koi cuHanoMopdueit st TpuoObl Canini, a KoblieoOpa3HOe COCTOSIHUE TEPErOPOJIKH —
NEPBOM OCTEOJIOrMYecKoil cuHanomMopduen A MOJEKYJISIPHO-CUCTEMAaTUYECKON Kiabl
Chrysocyon+Speothos.

7. OcobeHHOCTH MOP(OIOTHH CIIyXOBOTO IMY3bIPs MO3BOJSAIOT MPEANOIOKUTE OO0JIb-
IIyI0, YeM HPUHATO CYMTATh, TAKCOHOMUYECKYIO 000coOmeHHOCTh Lycalopex vetulus u
Pseudalopex sechurae ot Pseudalopex s. str.; "dbennexkonaupix" u "KOpCaKOUIHBIX" JTHCHUI]
— ot Vulpes s. str.; Cuon alpinus hesperius — ot Cuon alpinus s. str., a Tak:xe oTBEpK-
JaroT mpuHaIIeKHOoCTh poaa Nyctereutes k Tpuoe Canini, a ve Vulpini.

8. Onrorene3 neperopoaku y Caninae npeacraBisieT cOO0W MPSAMYIO PEKAMUATYJISIHEO
ec (uutoreHesa y JapeBHeEHIIEH TpyIIbl MCOBBIX — Hesperocyoninae, mpu 3ToM OH Ha-
IpaBJIEH MPOTHUBOIOJIOXKHO (DUIOT€HETUYECKON MOCIEA0BATEIbHOCTH B MpeAesiax CaMHX
Caninae. Haubosnee mMpoABUHYTHIE COCTOSHHS MPHU3HAKOB MEPErOPOAKH JAHHOTO IMOJICe-
MENCTBa SABJISIIOTCS MeqoMOp(}h0O3aMH, YTO CBUIETENBCTBYET O 3HAUUTEIbHON POJIU OHTOre-
HETUYECKUX OTPAHUYEHUN B 3BOJIFOLIUU CITyXOBOT'O Iy3bIPsl HACTOSAILIUX IICOBBIX.
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AHHOTAIMHU

Isanos /I. B. CayxoBuii my3up co6aumnx (Carnivora, Canidae): oHToreHes, nopis-
HsUIbHA MopdoJiorisi Ta gisioreHeTn4He 3HaYeHH. — Pykonuc. — Jluceprariis Ha 3710-
OyTTS HAyKOBOI'O CTYIEHs KaHaujaTa O1ojoriuHMX Hayk 3a creuianbHicTio 03.00.08 —
3oouoris. — [HetutyT 300i0rii iM. . I. IlImansrayzena HAH VYkpainu. — Kuis, 2010.

JlocimkeHi po3BUTOK ciiyxoBoro my3upst Caninae B onrorenesi 20 BuiB Ta ioro je-
diniTuBHa Mopdosoria y 30 cydacHux 1 2 BuMepiaux BuaiB. OjeprkaHi J1aHi CIIBCTaBIICHI
3 HassBHOIO iH(opmarriero mo Bcix Canidae ta iHIIMX Tpymax XMKHX CCaBINB 1 IMpoaHai-
30BaHO 3HA4YeHHS MOP(OJIOrii CIyXOBOTO My3Ups JJIA 3'SCyBaHHS €BOJIIOIII coOadyux 1
Carnivora y mijgomy.

[Tokazano, mo indpapsau Carnivora pi3HATHCS 3a KICTKOBUM CKJIaJ0M €HTOTHMIIaHA-
JHHOT YACTHHHM Ty3Ups; iX IHTPaOYIApHI CUHYCH 1 IEPETOPOJKA HETOMOJIOTHYHI 1 MOXKYTh
OOIPYHTOBAHO BHUKOPHUCTOBYBATHUCS Y (PUIOr€HETHUIl TAKCOHIB BUCOKOIO paHry. BcraHos-
JICHO, IO CIYXOBUH My3Wp cO0AYMX YTBOPEHHUH I'ATbMa KiCTKAMHU. €KTOTHMIIAHAIBHOIO,
POCTPaTbHOCHTOTUMITAHAILHOIO, TEPIIOI0 1 IPYro0 KayladbHOCHTOTUMITAHAIILHUMH Ta
yHikanpHOW0 st Canidae BEeHTpalbHOCHTOTUMITAHAIBHOK KiCTKOK. OCTaHHS Ja€e Imoya-
TOK OJHOWMEHHOMY CHUHYCY, SIKHW MPOHUKAE B OTOUYYIOYi KiCTKH, (DOPMYIOUH CKJIQJHY YO-
THPHOXKOMITOHEHTHY TIEPETOPOAKY CITYXOBOTO ITy3HPSI.

Po3monin cTaHiB iHTpaOyJIIpHUX O3HAK 10 Kiagax Caninae cBig4uTh Mpo MEePCIEKTHUB-
HICTh IXHBOT'O BUKOPHUCTOBYBaHHS B cucTeMartuili. CIiBCTaBIE€HHS OHTOTCHETHUYHOI 1 ¢i-
JIOTEHETUYHOI MOCIIIOBHOCTEN yKa3y€e Ha 3HAYHY POJIb FE€TEPOXPOHIN B €BOMIONIT CIyXO-
BOTO Iy3Ups COOAYMX.

Karwuosi ciioa: Carnivora, Canidae, Caninae, bulla auditiva, kpaniansaa mopgoiio-
Tis, MIEPETOPOJIKA CIIYXOBOTO My3UPs, MIOCTHATAJIbHUNA OHTOTEHE3, €BOJIIOL[ISI, CHCTEMATHKA.

HBanos [1. B. CayxoBoii my3sipb ncoBbix (Carnivora, Canidae): onrorenes, cpas-
HUTeJbHasA MopgoJiorus U puioreHeTuyeckoe 3Hauenne. — Pykonucs. — [luccepra-
1Al HA COMCKAHUE YYEHOW CTeNEeHU KaHAuAaTa OMOJIOTMYECKHX HayK MO CHEeIUaIbHOCTU
03.00.08 — 300norusi. — Uucturyt 300morun um. M. U. [limansrayzena HAH VYkpaunsl.
— Kues, 2010.

HccnenoBansl pazsuthe ciyxoBoro my3sips Caninae B ontorenese 20 BUIOB U ero je-
dbunutrBHas Mopdosiorust y 30 coBpeMeHHBIX U 2 BhIMEpIIUX BHAOB. [lomydeHHbIe gaH-
HBIE COIOCTABIICHBI ¢ MMeroleiics nHdopmanueit mo Bcem Canidae m apyrum rpynmnam
XMIHBIX MJIEKONUTAIOLIUX, U IPOaHAIN3UPOBAHO 3HAUYEHUE MOP(OJIOTrUU CIyXOBOIO Iy-
3BIPst TS BBISICHEHHUS DBOJIIOLIMY MICOBBIX 1 Carnivora B mesiom.

[Tokazano, uto uHMpaoTpsabl Carnivora pa3inuvaroTcs M0 KOCTHOMY COCTaBY SHTOTH-
MIaHAJIbHON 4YacTH My3bIps; UX UHTPaOYIISIpHBIE CUHYCBl M NEPErOpOJIKM HEroMOJIOTHU-
YHBI 1 MOTYT 0OOCHOBAHHO HCIIOJIb30BaThCs B (DUIOTEHETHKE TAKCOHOB BBICOKOTO paHra.
VY CTaHOBJIEHO, YTO CIIYXOBOW IMy3bIPh IMCOBBIX 00Pa30BaH MATHIO KOCTSMH: 3KTOTHMIIaHA-
JBHOM, POCTPAJIbHOAPHTOTUMIIAHAIIBHOM, NMEPBOM M BTOPOM KayJalbHOIHTOTHUMIIAHAJIb-
HBIMU W yHHKaIbHOW st Canidae BeHTpaTbHOPHTOTHUMITAHAIBHON KOCThIO. [locimemHsis
JaeT HA4yajlo OJHOMMEHHOMY CHHYCY, KOTOPbI BHEJPSETCS B OKPY’Karollue KocTH, (op-
MUPYS CIIOKHYIO YEThIPEXKOMIIOHEHTHYIO IEPETOPOJKY CIIYXOBOTO My3bIPSI.
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Pacnipenenenne coctosiHMT MHTPaOYJUISPHBIX MPU3HAKOB Mo Kiagam Caninae ceujue-
TEIBCTBYET O MEPCIEKTUBHOCTH MX HCHOJB30BaHMS B cucTeMaTnke. CONocTaBiIeHUE OH-
TOT€HETUYECKON M (PUIIOr€HETUYECKOM IMOCIeI0BaTEIbHOCTEN yKa3bIBAeT HAa 3HAYUTENb-
HYIO POJIb F€TEPOXPOHUN B HBOJIIOLUHU CIIYXOBOI'O IIy3bIps [ICOBBIX.

Kmouesnie caioBa: Carnivora, Canidae, Caninae, bulla auditiva, meperopoaka ciayxo-
BOT'O IIY3BIPA, KpaHHUAJIbHAA MOp(i)OJIOFI/IH, MMOCTHATaJIbHBIN OHTOI'€CHE3, 3BOJJIIOIINUA, CUCTC-
MaTHuka.

Ivanoff D. V. Auditory bulla of canids (Carnivora, Canidae): ontogeny, compara-
tive morphology and phylogenetic significance. — Manuscript. — Dissertation in ful-
filment of the requirements for the Degree of Candidate of Biological Sciences in the spe-
ciality 03.00.08 — zoology. — I. I. Schmalhausen Institute of Zoology, National Academy
of Sciences of Ukraine. — Kiev, 2010.

The dissertation is aimed at assessing the significance of the auditory bulla for the re-
construction of phylogenetic relationships within the family Canidae and between other
higher-level carnivoran taxa. To this end, the postnatal development and adult morpholo-
gical diversity of the auditory bulla were studied in the subfamily Caninae with a partic-
ular emphasis on the intrabullar structure. A total of 2512 dried skulls representing 30 Re-
cent and two fossil species were examined, including 314 immature skulls of 20 species
and 684 variously aged specimens with the opened bulla(e). The data obtained were com-
pared to the available evidence on the whole family Canidae and other major groups of
Carnivora.

The canid auditory bulla does not consist of merely three independently ossifying ele-
ments as previously believed. Instead, in addition to the ectotympanic bone (shared by
Mammalia), rostral entotympanic and second caudal entotympanic (shared by Carnivora),
and first caudal entotympanic (shared by the suborder Caniformia), the auditory bulla of
Canidae includes a unique ventral entotympanic bone, an autapomorphy for the infraorder
Cynoidea.

Bony partitions in the carnivoran auditory bullae are not formed by the growth of any
bone edges into the bullar cavity as commonly assumed. Rather than being "inflected"
bone edges, the intrabullar septa are underresorbed sites of the bullar internal surface at the
borders between the independently growing (“inflating™) zones that produce separate si-
nuses within the hypotympanic space. Importantly, the initial topography of these zones is
completely (in the infraorders Aeluroidea and Cynoidea) or partially (in Arctoidea) de-
pends on the bone composition of the entotympanic portion of the bulla.

In canids, the septum-inducing zone is the ventral entotympanic, which gives origin to
a particular bullar compartment, the ventral entotympanic sinus. As development pro-
gresses, the sinus penetrates into and expands within the bones adjacent to the ventral en-
totympanic. This results in the formation of a compound intrabullar septum, with its an-
tero- and posteroventral parts being ectotympanic, anterodorsal part being first caudal en-
totympanic, and posterodorsal part being second caudal entotympanic.

The ventral entotympanic bone, ventral entotympanic sinus and four-component intra-
bullar septum are unique to canids and strongly support the monophyly of Cynoidea. The
other carnivoran infraorders differ not only in their patterns of entotympanic ossification,
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but also in their intrabullar sinuses and septa, non-homologous to each other and to those
of cynoids: the caudal entotympanic sinus and septum bullae shared by aeluroids, and the
transbullar sinuses and transverse septa peculiar to arctoids. This provides a sound basis
for using the intrabullar morphology in higher-level systematics of Carnivora.

The revealed characters of the intrabullar septum and ventral entotympanic sinus are
promising for the systematics within Caninae. The polarity of septal character states, based
on the palaeontological criterion, is in general agreement with their distribution across
clades of recent phylogenetic hypotheses. The lateral extension of the anteroventral sep-
tum beneath the tympanic crest appears a reliable synapomorphy for the tribe Canini, and
the uninterrupted (ring-like) condition of the intrabullar septum is the first osteological
synapomorphy for the Chrysocyon-Speothos clade recently revealed by molecular sys-
tematics. Morphology of the auditory bulla also supports placement of the problematic ge-
nus Nyctereutes in Canini and suggests the greater taxonomic separateness of Lycalopex
vetulus and Pseudalopex sechurae from Pseudalopex s. str.; the "fennecoid" and "corsa-
coid" foxes from Vulpes s. str.; Cuon alpinus hesperius from Cuon alpinus s. str.

The ontogeny of the intrabullar septum in Caninae recapitulates the septal evolution in
the earliest canids, Hesperocyonine. However, it is rather the reverse of the phylogeny of
Caninae themselves, with their most-derived septal morphologies being paedomorphic.
This implies a significant role of ontogenetic constraints in the evolution of the canine
auditory bulla.

Keywords: Carnivora, Canidae, Caninae, bulla auditiva, intrabullar septum, cranial
morphology, postnatal ontogeny, evolution, systematics.
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