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3AT'AJIBHA XAPAKTEPUCTHUKA POBOTH

AKTyaJabHicTh TeMu. CHCTEMaTHKa TaKCOHIB CCaBIliB BUCOKOTO paHTy 0a3yeThes Iie-
pEeBaXHO Ha MOPQOIIOTIi CIYyXOBOTO My3HPsi — MAPHOTO MOPOKHUCTOTO YTBOPEHHS B OC-
HOBI Yepera, 1o 0TOYY€ MOPOXKHUHY cepeqHboro Byxa. CyxoBuii my3up B O6araTbox psi-
JaxX TUIAIEHTAPHUX, BKIIFOYAIOYM XHXKUX CCaBIliB, ()OPMYETHCSA 3a YYaCTIO TaK 3BaHUX
EHTOTUMMAaHAIBHUX KICTOK, SIKl € €BOJIOLIMHUM HOBOYTBOPEHHSIM, IO HE 3yCTPIYA€THCA
no3a mexxkamu Eutheria (Moore, 1981; Pomep, [Tapconc, 1992; Novacek, 1993). KictkoBuii
CKJIaJl CHTOTUMIIAHAJILHOT YaCTHHHU, 5K 1 HOTO 3B'SI30K 3 J1ePiHITUBHOIO MOP(OJIOTIEIO CITy-
XOBOTO MYy3Ups, 3IMIIAIOTHCS HEJOCTATHHO JOCTIIPKEHUMH, HE3BaKalOUu Ha 3arajibHe
BU3HAHHS BOXXJIMBOCTI ITUX MMHUTAaHb JJIs 3'SICYBaHHS €BOJIIOIIMHKMX 3B'SI3KIB MK KPYITHUMU
kiaagamu (Novacek, 1977; MacPhee, 1979; Presley, 1993a; Wible, 2010).

B sikocTi ocHOBHOT JiarHOCTHYHOT 03HaKu 1 cuHanmomop®ii poauau Canidae (=ingpa-
psaa Cynoidea) TpaJHIiifHO BUKOPUCTOBYETHCS HASBHICTH HEMIOBHOI MIEPETOPOJIKH CITYXO-
BOT'O MY3HPS — KICTKOBOI TUTACTUHKH, SKa YaCTKOBO PO3IUISLE ioro mopoxxHuHy (Hunt,
1974a, 1987; Flynn et al., 1988; Hunt, Tedford, 1993; Wang, Tedford, 1994; Wang et al.,
2008). IIpore muTaHHs IIOAO ii TOMOJOTIT 3 MEPEropoaKamMu, sKi € B IHIIMX iH(papsIax
Carnivora (Arctoidea ta Aeluroidea), morenep 3amummaerscs BigkputuMm. CydacHi ysB-
JICHHS SIK TIPO KICTKOBUH CKJIaJ CIyXOBOTO My3Hps cobaymx, Tak i mpo OyJoBy Horo mepe-
TrOpOJKH, 0a3yIOThCS Ha CYNEPEUIUBUX MPUITYIIEHHSX, 3po0seHuX me B KiHmi XIX — ce-
peauHi XX CT., 1 HOCATh KOHBEHIIIOHAIbHUHN XapakTep. [ oOrpyHTOBaHOTO BUKOPHUCTO-
ByBaHHS 1HTpaOyJIAPHUX CTPYKTYp B cydacHiil ¢inorenernmi Carnivora HeoOXiaHe BHpI-
IICHHS MUTAHHS 100 iXHBOT TOMOJIOTII, III0 BUMAarae JAOCTIHKEHHS PO3BUTKY CIIyXOBOTO
My3upsl B OHTOTE€HE31, @ caMe OKOCTEHIHHS MOT0 €HTOTUMIAHAIBHOI YACTHHH Ta MPOIIECY
dbopMyBaHHS HOT0 TIEPETOPOJIOK.

He3Baxatoun Ha 3Ha4YHMI TIPOTPeEC, JOCSITHYTHH OCTAaHHIMHU POKaMU B MOPIBHSUIbHIN
Mopdororii, maneoHToyorii Ta MonekymsipHiii cucremarumi 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), ¢inorenernyHi 3B's13kH B
MeXaxX POJWHHU 3aJMIIAIOTHCA HE LIJIKOM 3'acoBaHMMH. HeoOXinHO 3aydeHHs 10AaTKO-
BUX O3HAK, MEpUI 32 BCE TaKUX, SIKI MOXKYTh OyTH MPOCTEKEHI K y Cy4acHHUX, TaK 1 y BH-
MEpJIMX TaKCOHIB. 3 IIi€i TOUKH 30py, HAA3BUYAMHO aKTyaTbHUM € IITUPOKE MOPIBHSILHO-
aHATOMIYHE JOCIIIKEHHSI BHYTPIIHBOI 1eiHITUBHOT MOP(]OJIOTii CIIyXOBOTO My3HUPs CY-
gacHux coOaunx (Caninae) ta ii crmiBCTaBJICHHsS 3 HAsABHUMHU JaHUMHU Iogo Hespero-
cyoninae — waiigaBHimol migpoauau codaunx (Wang, Tedford, 1994).

3B’A30Kk Po0OTH 3 HAYKOBHMHU MporpamMamu, miaHamm, Ttemamu. Po6orta temaru-
YHO MOB'sI3aHa 3 JOCIIKEHHSIMH, 110 TPOBOSATHCA Y BIAJIUIL MAIe0300JI0T1] XpeOeTHUX Ta
MaJeOHTONIOTTYHUIN My3ei iM. akagemika B. O. TomaueBcbkoro HHIIM HAHY, a came 3
IUTAHOBUMH HayKOBUMH Temamu "MopdocucreMaTnyHuil aHaii3 ccaBlliB Bajie3iro YKpa-
inn" (Ne mepkpeecrparii 0100U000206), "CucremaTrka, €BOIOIIS 1 €KOJOTIYHI 0COOIH-
BOCT1 HAMOLIbII BaXKJITUBUX NPEICTABHUKIB HA3eMHHUX TepiodayH Mi3HHOTO MIOLEHYy —
wieiicrorieny Ykpaiau'" (Ne mepkpeectparii 0105U003266) ta "BuBdyeHHS cucTeMaTHU-
HOTO Ta KUIBKICHOTO CKJIaJy Ha3€MHHUX CCAaBIIIB MI3HBOI'O0 MIOLIEHY 1 IUTIOIEHY YKpaiHu Ta
CTBOPEHHS iX cucreMaTnuHux kosekmin" (Ne nepxpeectpamii 0110U001346).
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Merta i 3apau4i gocaigkenns. Meta JOCHIIKEHHS] — BUPIIIUTYH MATAHHS OO0 TOMO-
JIOTii eJIEMEHTIB CIIyXOBOTO ITy3upst codadnx 3 TakuMmu iHmmx Carnivora ta 3'scyBatu nep-
CTIIEKTHBHICTh BUKOPUCTAHHS MOPQOJIOTii cIIyXoBoro my3ups B cucrematuii Canidae.

JIns mOCSATHEHHS 111€1 METH ITOCTABJICHO TaKl 3aJa4i.

1) 3'acyBartu, sk BiIOyBa€ThCSI OKOCTEHIHHS CIIYXOBOTO ITy3UPsT COOAYMX Ta MOPIBHATH
oJiepiKaHi JaHi 3 HASBHUMHM BizoMocTssMHu mpo oHTorenes Aeluroidea i Arctoidea.

2) BcraHoBuTH, SIK BiOyBa€eThes (hOpMyBaHHS MEPETOPOIAKH CIYXOBOro My3upst coda-
YUX, YM MOB'SI3aHO BOHO 3 XapaKTEPOM OKOCTEHIHHS CIIyXOBOTO ITy3Hps, 1 SIK LIel Mpoliec
CIIBBITHOCHTBHCS 3 TAaKMM B iHIIUX rpymnax Carnivora.

3) 3'scyBat MOPGOJIOTiUHY PiI3HOMAHITHICTh MEPETOPOJKU CIYXOBOTO My3HPs B IMiJI-
POJIMHI CTIPaBXKHIX cO0aYuX, MOPIBHATH HOTO 3 JAHUMU IIOJI0 BUMEPIIUX TPy COOAUMX.

4) TlpoanHanizyBaTi MOXKJIHMBICTh BUKOPUCTaHHS MOP(OJIOTIi CIIyXOBOIO My3Hpsi coda-
YUX JJIS TIarHOCTUKH TaKCOHIB Ta YTOYHEHHSI IXHIX ()UTOTEHETUYHUX 3B'SI3KiB.

06'exm docnioacennss — ciayxosuii my3up (bulla auditiva) nmpencraBaukiB poawHH cO-
oaunx (Mammalia: Carnivora: Caniformia: Cynoidea: Canidae).

lIpeomem oocnidscenns — PO3BUTOK CIYXOBOIO My3Ups cOOaUMX B OHTOreHe31 Ta ¢i-
JIOT€He31, BUKOPHUCTaHHSI HOTo MOpQOJIorii sl 3'aCyBaHHS €BONIOMIMHUX 3B's13kiB Canidae
3 iHmmMMHU TakcoHamu Carnivora BUCOKOTO paHry i B MeXax yKa3aHOl POJUHH.

Memoou oocnioxcenns. I1opiBHSUIBHO-MOP(]OJOTIUHE MOCTIKEHHS CYXUX YepeIniB
0COOMH PI3HOTO BiKYy. PO3THH CIIyXOBHUX Iy3UpPIB 3 BEHTPAJILHOI'O OOKY JJIsi BUBYEHHS iX-
HbOI BHYTPIIIHLOT Mopdororii. Peectpairisi 1 MOpiBHAHHS HEMETPUUHUX MOP(HOIOTIUHHUX
03HAK: MaKPOCKOITIYHO, 32 JOIMOMOTOI0 OIHOKYJISIPHOTO CTEPEOMIKPOCKOMA Ta 3 BUKOPUC-
TaHHSM cTepeocKoniyHoi MmakpodoTtorpadii. CriBcTaBICHHS OJepKAHUX PE3yIbTaTIB 3 Ji-
TEpaTYpHUMHU JTaHUMHU IOJO0 TOPIBHSUIBHOI MOp(oorii, OHTOreHe3y, MajeoHTOJOTI Ta
¢inorenetrku psay Carnivora.

HaykoBa HOBH3HA oJep:KaHUX pe3yJbTaTiB. B ciyxoBomy my3upi cobaumx BUSB-
JIEHO paHillle HEBIJIOM1 ''BEHTPaIbHOECHTOTUMITIAHAIbHE" OKOCTEHIHHS 1 OJHOMMEHHHI CH-
Hyc. [TokaszaHo, 110 I1i €JICMEHTH He MalOTh TOMOJIOTIB 103a Mexamu iHppapsaay Cynoidea
Ta € ayranoMopQissMH IS JaHOTO TakCOHY. [IpogeMOHCTpOBaHa POJIb BEHTPATBHOEHTO-
TUMIIAHAJIBHOTO CHHYCa Y ()OpMYBaHHI MEPETOPOJIKH CIYXOBOTO Iy3HPs 1 BA3HAYEHO Kic-
TKOBUH CKJIaJ OCTaHHBOI. BcraHoBiieHo, 1o meperopojaku y Carnivora BHHHKAlOTh HE
[UIIXOM POCTY KpaiB KICTOK BCEPEAMHY MOPOKHUHU CIYXOBOTO My3Ups, K 1€ BBAKAIOCS
paHiilie, a € Hepe30pOOBAHUMHM JISTHKAMU TMIEPBUHHOI CTIHKH My3UpPs HA MeKax MK He3a-
JIKHO 3pOCTAlOUMMU MOT0 30HaMH, Tororpadis sKMX MoB'si3aHa 3 KICTKOBUM CKJIAJIOM €H-
TOTUMIIAHAIBHOI YaCTUHU My3Ups. Briepiie neraqbHO OMHCAHO 1 MPOLTIOCTPOBAHO BHYT-
pitmHIO OyZ0BY CIIyXOBOTO My3upsi 28 CydacHUX BHJIB c00auux. 3ampornOHOBAaHO HOBI
O3HAKHU JJIs TaKCOHOMIuHOI giarHocTuky Caninae Ha piBHSAX Bix MigABUAY OO TPHOHU 1 BU-
3HAYEHO MOJIAPHICTH CTAHIB ITUX O3HAK JUIsl (IJIOTEHETUYHOTO aHami3y. 3HAWECHO MepIry
ocreoJioriuny cuHarmomopdiro s kiragu Chrysocyon+Speothos, sika HemonaBHO Oyia
BusBiieHa npu a”amizl JJHK. Brnepure onricaHo MOp@osioriro ciryXoBOro my3upsi y paHHIX
npencraBHukiB miapoanan Caninae (omiromeHoBoro Leptocyon gregorii) i Tpubu Canini
(mrionenoBoro "Eucyon™ odessanus). OxepaHo JaHi HAa KOPUCTh MOXIJIMBOTO ITi/IBH-
IIICHHST TakCOHOMIYHOTO panry Cuon alpinus hesperius. BusiieHo iCHyBaHHs paHille He-
BITOMHX MIIpO3aiLTiB B Mexkax poxaiB Vulpes Ta Pseudalopex, a Takox BiAMOBIIHICTH MOp-
domorii ciyxoBoro my3upst Nyctereutes Takiii Canini, a me Vulpini. BctaHoBaeHO ydyacThb
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TeTEPOXPOHIA B €BOJIOLII MEPETOPOAKU CIYXOBOTO Iy3uUpsl y MPEACTABHUKIB TPUOH
Canini.

HaykoBe 3Ha4eHHs1 po0oTH. BupiieHo NUTaHHS PO MOXOMKEHHS CIIyXOBOi IIEpero-
pPOIKM Yy c00auux 1 MOKa3aHO ii HErOMOJIOTIYHICTh MEPEropojkaM B I1HIIMX TaKCOHAaxX
Carnivora BUCOKOTO paHry. Y CKJIaJi CIyXOBOTO Iy3Ups COOaYMX BIJAKPUTO paHilIe HEBi-
JIOME€ aBTOHOMHE ''BEHTPaJIbHOCHTOTUMIIAHAIbHE" OKOCTEHIHHS, IO 3'SIBISETHCS y coOa-
YHMX Ha JIOJIATOK JI0 3arajibHOTro s miapsay Caniformia koMiuiekcy mepiioi Ta Ipyroi ka-
yAaIbHOEHTOTUMIaHAIBHUX KICTOK.

B 30HI BEeHTpaJlbHOEHTOTUMIIAHAJIBHOI KICTKA BCTAHOBJIEHO (hOpMYBaHHS OJHOMMEH-
HOTO CHHYCA, SKUH MOIMHUPIOETHCS B KICTKAX, 10 OTOYYIOTh BEHTPAIIbHOCHTOTUMIIAHAIBHY
KICTKYy. B pe3ynbTaTi ekcraHcii JaHOTOo CHHYyCa, YaCTHHA CTIHKHM CIYXOBOTO Iy3HpS BUSB-
JSIETbCS BCEPENIMHI Oro MOPOKHUHY, CTalOUYH Meperopoakoro. HasBHICTh BEHTpaIbHOEH-
TOTUMITAHATBHOI KICTKH, BEHTPAIbHOEHTOTUMIIAHAIBHOTO CHHYCA Ta CKJIAJHOI YOTHPbOX-
KOMITOHEHTHOT MEPErOPOAKU CIyXOBOTO My3UPS € OCTEOJIOTTYHUMHU ayTarnoMopdisiMu, sKi
0OIpyHTOBYIOTH MOHO(DLITIFO0 cobaunx y ckmaai Caniformia. [ami indpapsan XuKxux ccas-
[iB XapaKTEePU3YIOThCS PO3BUTKOM 1HIIMX, HETOMOJIOTIYHUX, CUHYCIB B TIIOTUMIIaHATIbHIN
obnacti (“kaymampHOoeHTOTHMMaHaIbHOrO" y Aeluroidea u "tpancOymspuux" y Arctoi-
dea), Takox MOB'I3aHUX 3 XapaKTEPOM OKOCTCHIHHS €HTOTUMIIAHATBHOI YaCTHHU ITY3HPSI.
[Teperopoaku, 1o GopMyIOThCS Ha MeXKax IMX CUHYCIB, HE TOMOJIOTIYHI OJTHA OJIHIH 1 Ta-
kit y Cynoidea. IToka3zaHo mepCrneKTHBHICTh BUKOPUCTaHHS MOPQOJIOTii CIIyXOBOIO Iy-
3ups (mepir 3a Bce, GOpMH 1 po3TallyBaHHS HOTO MEPErOpOIKH, a TAKOXK CTYICHS PO3BU-
TKY BEHTPAJIbHOCHTOTHMITAHAJILHOTO CHHYCA) B TAKCOHOMIUHIH fiarHoCTHIl Ta (ijgoreHe-
trni Caninae.

3axX0/KeHHSI aHTEPOBEHTPAIBHOI MEPETOPOJIKY Mmijl OapabaHHM rpeOiHb BUSBISETHCA
apyroro (micisi paHilie BCTAHOBJICHOI HAsSBHOCTI (PPOHTAIILHOTO CHHYCA) OCTEOJIOTIYHOO
curaromopdiero Tpubu Canini. I[TinkoBomomiOHMIT Ta KUTBIENOIOHNN CTaHU MTEPETOPO/I-
KM BHHUKJIM TapaneiabHo B miarpubax Cerdocyonina i Canina. CtaHu 03HaK EpEeropoaku
B Mexkax Canini e cepiero meqoMopdo3iB, MO CBIAYUTH PO 3HAYHY POIH OHTOTCHETUIHUX
0OMEKEHb B €BOJIIOLIIT CIIyXOBOIO My3HPs CIIPaBKHIX COOAUMX.

IIpakTu4yHe 3HaYeHHS OJepKAHMX pe3yabTaTiB. OmyOniKoBaH1 pe3yJbTaTh AOCTIiA-
KEHHsI BAKOPUCTAHO:

1) B peBi3isax 1 aHamTHYHUX orygaax esoorii Carnivora (Coraukoa, 2004; Gaubert
et al., 2005; Flynn, Wesley-Hunt, 2005; Wesley-Hunt, Flynn, 2005; Wesley-Hunt, Werde-
lin, 2005; Owen, 2006; Sotnikova, 2006; Spassov, Rook, 2006; bapsimaukos, 2007; Pre-
vosti, Rincon, 2007; Coruukora, 2008; De Bonis et al., 2009; Sotnikova, 2008; Lyras,
2009; Prevosti et al., 2009; Slater et al., 2009; Prevosti, 2010; Sotnikova, Rook, 2010);

2) y BusHauHuKy "'Miekonuratomiie (ayHbl Poccuu M conpenenbHBIX TEPPUTOPHIL:
Xumniaele u gactonorue” (Apucros, bapsiankos, 2001);

3) B yHiBepcuterchkoMy mifpyunuky Mammalogy: Adaptation, Diversity, Ecology"
(Feldhamer et al., 2007).

Oco0ucTnii BHeCOK 3100yBayva. J{ocai>KeHHS MOBHICTIO BUKOHAHO CAMOCTIIHO.

AnpoOauisi pe3yjabTaTiB aucepranii. Pesynbratu nocnimkeHHsa Oyino MmpeacTaBieHO
Ha Bcepocilicbkomy cumiio3iymi "3aragkoBi opraHizmMu B eBodrollii ta ¢inorenii’ (ITase-
oHtoyioriunui iHcTUTYT PAH, Mockga, 21-22 muctonaga 1996 p.), ceMiHapi 3 €BOJFOIIIT
xmwkux ccaBiiB (lacturyT naneo6iosorii [TAH, Bapmiasa, rpymens 1996 p.), 3acimanui
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BIJIIUTY MAJIE0300JI0T1] XpeOETHUX Ta MaJeOHTOJIOrYHUN My3eil HanioHanbHOro HayKkoBo-
npupogandoro myseto HAHY (Kwui, 18 wBitas 2000 p.), MixxHapomHiii koH(epeHmii
"Biosoris Ta oxopona cobauux" (Oxcdopacekuii yHiBepcutet, Oxchopn, 17-21 BepecHs
2001 p.), koudepentii go 10-piyus YkpaiHChbKOro Tepioyioriunoro tToBapucta (IHCTHTYT
3ooorii im. L. I. [lImanerayzena HAHY, Kuis, 24 kBitas 2002 p.). Po6ota anpoGoBana Ha
PO3IIMPEHOMY 3acCiflaHHI BIJIUTY MaJIe0300J10T1] XpeOEeTHUX Ta MAJCOHTOJOTIUHUN My3ei
HarionansHoro HaykoBo-mpupogaudoro myseto HAHY (mporokon Ne 24 Bix 10 uepBHs
2010 p.).

Iy6aikamii. PesyapTatu nucepTamiiHoOro JOCTIKEHHS OIMyOIiKOBaHO B I STH POOO-
Tax 3arajJibHUM 00'eMoM 4,8 yM. JIpyK. apK.. TPbOX CTATTSIX B MDKHAPOAHUX MPOQIILHUX
XKypHayax 3 imnakT-gakropamu 0,987, 1,159 1 2,844 ta npox Te3ax KOHEPEHIIii.

CtpykTrypa Ta 00’eM podoTu. J(ucepraris BukiaaeHa Ha 239 cropiHkax, 3 akux 148
— OCHOBHHUM TeKcT, 10 BkIovae 'Beryn", "Orusin miteparypu’’, po3aun "Matepianu Ta
METOJI JOCTIKeHHS" (JOTHPU PO3MIIH), BA PO3JAUIH Pe3yJbTaTiB HOCTiIKeHb (II'STh
iApo3aiTiB), po3ain "AHami3 1 y3araapHeHHS HaHux' (Tpu migpo3niim) Ta "BucHoBku'.
[lepenik BUKOpPHUCTAHOI JIITepaTypu ckianaeTbes 3 347 mxepel, 3 skux 41 — xupuiunero,
306 — marunuero. Pobora Bkitoyae Tpu tadimii, 68 mamonkiB (22 cxemu Ta 81 ¢doto-
rpadiro, 3 IKuX 39 — CTepeOCKOMiUHI apH) 1 IBa TOIATKH.

Hoasikm. A Basunuit moim HaykoBuM KepiBHMKaMm B. O. TomaueBchkomy Ta
10. O. CemeHnoBy 3a MOCTIHHY MIATPUMKY, OOTOBOpEHHS Ta IiHHI nopaau; I'. ®. bapuiiHi-
koBy, O. II. Menbuuky, J1. Harens, A. Hagaxoscekomy, X. JI. Hememkamnto, U. S. I1ami-
HOBY, E. M. Ilucanmro, XK. B. Po3opi, M. B. Coraukosiii, b. Xepuur ta 6araTboM 1HIITUM
— 3a HaJlaHHA MY3€HHUX MaTepiajiB Ta 03BOJM MpenapyBaTh OKpPeMi EK3EMIUISIPH;
. Banry, M. Bonbcany, J. Kpymmi, I1. JI. [Tomi, . B. Slngeny 1 TpboM aHOHIMHHM pe-
[IEH3eHTaM — 3a KOHCTPYKTHBHI KOMEHTapi mpu MmyOJiKallii pe3yJbTaTiB JTOCHIIKEHHS.
Bucnosntoro mupy noasky A. M. Bosoxy ta C. M. JKuni 3a BaiuBI1 71 JaHOT pOOOTH
IOBEHUIbHI €K3EMILUIApU JIUCHIIl Ta BOBKa, a Takoxk A. Jlonnacy, I'. Jlipacy ta ®. X. Ilpe-
BOCTI 32 (hoTorpadii 101aTKOBUX 3pa3KiB (He BKIOUYEHUX 10 CIHCKY AOCIHIHKEHOTO MaTe-
piany) piakicaux BumiB. Sl BasuHuid MiHICTEpCTBY OCBITH, HAYKH Ta KYJbTypu ABCTpIi 3a
KOHKYPCHY cTUIEeH 110 iM. EpHcTa Maxa, n1o 103B0IMIa JOCIIIKYBAaTH 300JI0T14HI KOJIEK-
uii Bigus; . Harens, b. Xepuur Ta iHII aBCTPIACHKI KOJIETH HaJaBaJii MEHI BCEOIUHY
JIOTIOMOTY TI1JT 4aC CTa)KyBaHHS.

OCHOBHMUM 3MICT POBOTH
Po3nin 1. Orasia jgiteparypu

BigminHocTi B Mopgostorii ciyXoBOro my3ups y pi3HHX mpeacTaBHukiB Carnivora
Oynu 3HaiiaeHi y nepiiid mosoBuni XX cromitrs (Hagenbach, 1835; Hyrtl, 1845) i uesa-
0apoM Iodyaad BHKOPHCTOBYBAaTHCS B 300ii0riuHiii cucremaruii (Turner, 1848; Flower,
1869; Winge, 1895). Knacuuna kiacudikallis XMKHX CCaBI[iB, 3ampornoHoBaHa B. ®maye-
pom (Flower, 1869), 6a3yBanach Ha MPUIYIMIEHHI TOMOJOTIYHOCTI MEPETOPOIOK CIYXO-
BOTO ITy3UpsI B PI3HUX I'pylax Ta BpaxOByBaJla JIUIIIE CTYIIHb, B IKOMY IIEPETOPOJIKHA PO3-
TUISIOTH WOTO MOPOKHUHY: Meperopoika moBHa y kimkonoAionux (Aeluroidea), nemosna
— y cobakonoaionux (Cynoidea), i Makike 4u IIJIKOM BiJCYTHS y BeaMeaenoaionux (Arc-
toidea). Ili Tpu rpymu Carnivora y pan3si iH(papsaiB BH3HAIOThCS 1 HA JaHWW 4ac, a
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nepesniyeHi 0co0IMBOCTI MOP(HOIIOTii MPOIOBXKYIOTh BUKOPHUCTOBYBATHUCS SIK OCHOBHI Jia-
THOCTUYH1 O3HAKHU BiIMOBIJHUX TAKCOHIB.

3ro/1oM, 3 HAKOMUYECHHSIM JOAATKOBHX BIJJOMOCTEH 3 MOPIBHSJIBHOI aHATOMIi, 1HIAMUBI-
QyaJIbHOTO PO3BUTKY Ta MaJIEOHTOJIOTI], HEOJHOPA30BO BUHUKAIM CYMHIBH y TOMOJOIIY-
HOCTI fIK CaMHMX MEPEeropoJIOK, TaK 1 MeAlalbHOI YACTUHU CIIyXOBOTO Iy3HUpsl B LIJIOMY
(Wincza, 1896, 1898; Van Kampen, 1905; Wegner, 1942; Starck, 1964; Hunt, 1974a,
1987, 1989; Flynn et al., 1988; Hunt, Tedford, 1993). Bpak ganux, 0co0JMBO 3 OHTOIE-
He3y Caniformia (Cynoidea+Arctoidea), npuBiB 10 MoOsiBH 0aratboxX CylepewIMBHX TiIO-
T€3 1010 KICTKOBOTO CKJIAAy CIYyXOBOTO My3ups 1 OyJOBU MEPETOPOIOK B PI3ZHUX TaKCO-
Hax Bucokoro panry (Van Kampen, 1905; Pocock, 1916, 1929; Holz, 1931; Hough, 1953;
Hunt, 1974a, 1987; Wang, Tedford, 1994).

BignocHo cobaumx HuHI npuiinata moaenb P. Xanta (1974a), 3rigHo sAKOi MemiaabHa
JacTHHA ciryXxoBoro my3ups Canidae chopmMoBana pocTpaibHOCHTOTHMITAHATIBHOIO 1 €/TH-
HOI0 KayJaJbHOCHTOTMMIIAHAIBHOK KICTKAMHM, a MEPEropojka € "MIJBEPHYTUM KpaeM
ocTaHHboi. OHaK 15 TinoTe3a, 0a3oBaHa Ha JOCIHIKEHHI TPbOX E€K3EMIUISAPIB IYLICHST
KOMOTa, MOTaHO Y3rOJKY€EThCS 3 HASIBHUMHU JAHUMU IIOJ0 1HTPAOYJsspHOI MOPGOIIOTii K
cyuacHux (Segall, 1943; Hough, 1948; Clark, Guensburg, 1972; Prevosti, 2010), Tax i
HaimaBHimux cobaunx (Wang, 1994; Wang, Tedford, 1994). OcranHiMu pokamu 3'sBHIIa-
Csl TCHJCHIIIA 1100 BUKOPUCTAHHS B (P1JIOTEHETHIl MPOCTO1 KOHCTATAIlll 'HEMOBHOTHU' TIe-
peropoaku Cynoidea (Wang et al., 2008; Tedford et al., 2009). Ilpu 11boMy IrHOPY€ETBHCS
HasIBHICTh HETMIOBHUX MEPEropojioKk B Oarathox rpymax Arctoidea, ocodauBo cepes KyHU-
nesux 1 enoroBux (Pocock, 1921, 1929; Segall, 1943; Cumkun, 1967; Knmumosa, 1973).
Bce 1ie migkpeciatoe HEOOXiIHICTh aHai3y (ITOreHeTUYHOro 3HauYeHHsS Mopdororii ciy-
XOBOTO MY3HPS 1, 3 IIEI0 METOI0, JETATHHOTO JOCTIIKEHHS MOr0 PO3BUTKY B OHTOTCHE31
cobaunx (Hunt, 1987), mpoBeaeHoro Ha Oinbin penpe3eHTatuBHOMY Matepiami (Wible,
2010) Ta DOMOBHEHOTO MOPIBHSHHIM HOro nediHiTHBHOT MOpQoJorii y MakCUMalbHOT
KUIbKOCTI TAKCOHIB.

Po3ain 2. MaTepiajau Ta MeTOAH J0CTiTKeHHSI

VY po3aiial oxapakTepu30BaHO BUKOPUCTaHI MaTepiaid, METO/IU, MPUUHATY TAKCOHOMI-
YHY CUCTEMY, a TaKOXX aHATOMIYHY TE€PMIHOJIOTiIO, 0 BKJIIOYAaEe 17 HOBHX 1 yTOYHEHUX
Ha3B JIJIs1 BAXKJIMBUX €JIEMEHTIB IHTPaOyIsIpHOT MOP(OJIOrTii.

Bupueno cyxi uepenu 30 3 36 BuaiB cyuyacHux cobauux (miapoamna Caninae sensu
Tedford et al., 2009), sxi BigHOCATHCS 10 15 3 16 pomi. Takoxk mpeacTaBiIeHO HOBI JdaHi
o0 IioneHoBoro "Eucyon™ odessanus i oxiroreHoBoro Leptocyon gregorii — Bumis,
Omu3pKuX 70 OasanbHUX mpeacTaBHHKIB Kiaax Canini ta Caninae BigmoimHo. 3arajabHa
KUIBKICTh JOCIIDKCHUX €K3EeMILIAPIB cobaumnx ckianaae 2512, 3 skux 684 yepenu 3 ogHUM
ab0 JABOMa PO3ITHYTUMU CIIYXOBUMH Imy3upsamu 1 314 depeniB monogux ocobun 20 BuIiB
(taba. 1).

OcHOBHa yYacTWHA JAOCIIKEHMX uepeniB 30epiraerbcss B HamioHaabHOMY HayKOBO-
npupoxgandomy myzei HAHY (Kwuis), mabopatopii ccaBuiB 3oonoriydoro inctutyty PAH
(CankT-ITerepOypr), 3oosoriuHoMy My3ei MOCKOBCHKOTO JICPKaBHOTO YHIBEPCHUTETY
iMm. M. B. JlomonocoBa (MockBa), Bimaiai Tepionorii [IpupoagHUY0-iCTOPHYHOTO MY3€HO
Binns (Saugetiersammlung, Naturhistorisches Museum Wien) ta 3oo00ri9yHOMY 1HCTHTYTI
Binencekoro yHuiBepcutety (Institut fir Zoologie, Universitat Wien). 3aramom o6po0ieHo
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HUX €K3eMIUISIPIB MPECTABICHO B IOAATKY /10 AUCEPTAIlii.

Taomunga 1
JlocikeH1 KpaHialibH1 MaTepiaiu
- KinbkicTh uepernin
S| g 3 HEPO3ITHYTUMHU 3 pO3ITHYTUMHU
a E" BI/II[ CIIYXOBHUMHU IIY3UPAMHU CIyXOBHUMHU I1Y3UPAMHU
== Mononi | Jopocmi | Momoni | Jopocni
OCOOMHHM | OCOOMHH | OCOOMHU | OCOOMHU
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
S. | Nyctereutes viverrinus - 10 - -
(&)
S | Pseudalopex culpaeus — 2 1 2
@ | Pseudalopex griseus — 5 1
O
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 [cobaxa] 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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Bik ocoOuH y 611pI10CTI BUNAAKIB BU3HAUABCS ILJISIXOM OLIIHKK PO3MIpIB Uepena, cTa-
nii 3miHm 3y0iB i crany mBiB (['puropnes, [Tonos, 1940; Mapkuna, 1962; Lombaard,
1971; I'ypckwid, 1973, Tapsaaukos, 1973, 1984; Linhart, 1968; FOaun, 1977, 1986). Bymo
BUJIUICHO TPW BIKOBI rpynu: 1) Bil HAPOHKCHHS JIO MOYATKY OKOCTCHIHHS CHTOTHMIIA-
HaJIbHOTO KoMIuiekey (mpubnmu3Ho 10 qHiB); 2) Bijx MOYATKy A0 3aBEPIICHHS OKOCTCHIHHS
SHTOTUMIIAaHAIBHOTO KOMIUIeKCY (mpuoiau3no 3 10-ro mo 30-it mens); 3) BiJ MOBHOIO OKO-
CTEHIHHS CIIYXOBOT'O ITy3HPsI 10 JOCSITHEHHS HUM MPUHIMIOBO Je(PiHITUBHOT MOPQOJIOTii
(mpubau3Ho 3 1-ro mo 5-7-if Mmicsip). BHyTpitnHs Mopdooris Bke CKOCTEHIINX CIyXO-
BUX MYy3UPIB JOCIIKYBalacs B MEPIILY Yepry y €K3eMIUISIpiB 3 4aCTKOBO 3pyHHOBAHUMU
CTIHKaMH Iy3Hps. 3a BIJICYTHOCTI PO3ITHYTOTO MaTepiaily, MPOBOAUIIOCS MperapyBaHHs
OKpEeMHX ueperiB (BUaaIsIacs 4acTHHA BEHTPAIBbHOT CTIHKH CIIyXOBOTO Iy3ups). Y eK3e-
MIUISIPIB, BiIIOpaHux s crepeodororpadyBaHHs, Kpali OTBOPY BHpIBHIOBAIUCA 1 3adap-
OOByBaKCsS B YOPHHUM KOJIp 3 METOIO 3a0e3neueHHs 1H()OPMAaTUBHOCTI 300paKeHHsI IS
¢daxiBIiB 3 yTPyAHEHUM CIPUHHATTIM CTepeocKkomiuHoro edexrty. Mopdooris moci-
JDKYBaHUX CTPYKTYp 0OCTeXyBanacs Bi3yaJbHO, TOJIOBHUM YHMHOM MakpocKomigHo. [Ipu
BUBUYCHHI paHHIX CTaJii PO3BUTKY, JJIsS YTOYHEHHS B3a€EMHOTO PO3TAITyBaHHS OKPEMHX
€JIEMEHTIB CIIyXOBOI'0 My3Upsl BAKOPHCTOBYBABCS OIHOKYJIAPHUN CTEPEOMIKPOCKOII.

[TonstpHiCcTh CTaHIB O3HAK BU3HAYAJIACs 3a MaJCOHTOJIOTIYHUMHU JaHUMH: CTaH, 3apeec-
TpPOBaHU y HaimaBHImUX (opM, OIM3bKHX 10 Oa3zaabHUX TakcoHiB kian Caninae rta
Canini, npuiiMaBcs 3a TpUMITHBHMIA. OTpUMaHa MOCIIIOBHICTh J1aji CIIBCTAaBIISIACH 3 I10-
CIIZIOBHICTIO B OHTOT'€HE31 1 Y TaKui CIoci0 BUKOPUCTOBYBANACh JJIA MEpeBipKu Aii "'6io-
TEHETUYHOTO 3aKOHY  TPU PO3BUTKY CiIyxoBoro mysups. [loTenmiiine QinoreHetudne
3HAYEHHS 3alPOTIOHOBAHUX O3HAK OI[IHIOBAJIOCA 32 PO3MOALIOM JediHITUBHOT MOPQOIIOTii
[0 TAaKCOHAX 1 CyYaCHUX KJaJorpaMmax — MOPQOJOTIUHUX, MOJEKYJSIPHUX Ta KOMOIHO-
BaHUX — 3 aKIIEHTOM Ha MPOOJIEMHUX MUTAHHSAX CUCTEMATUKU poauHu. KapTyBaHHS cTa-
HIB HOBUX O3HaK Ha ICHYIOUMX (PUIOT€HETHYHHX CXEMaX JI03BOJISIE MAaKCUMaIbHO HAOYHO

Ta 1HQOPMATUBHO OI[IHUTU iXHIO KOHTPYEHTHICTh 3 TpaauuidHumu o3Hakamu (\Wake,
1994).

Po3nin 3. Po3BUTOK €J1yX0BOro my3ups c060a4uX B NOCTHATAJILHOMY OHTOIeHe3i

VY po3aini nmpeacTaBlieHO JeTalbHUM omuc 1 GoTorpadgiuyHy AOKYMEHTAIlI0 MPOIECy
PO3BUTKY CITyXOBOTO ITy3UPs CO0AUUX.

Y HOBOHAPOPKEHUX OCOOWH CIYXOBHH Iy3HWp BiJICYTHIH, € JIUIIE MPEHATAIBHO CKOC-
TEHINIa By3bKa CKTOTHMIIaHAJbHa KicTka (0S ectotympanicum, ET), mo mpuTucHyTa 10
MHCY KaM'SHUCTOI KiCTKH. Ii MeJianbHuil Kpaii cHOMydeHHMii 3 OCHOBOIO Yepena TOHKOK
HAIBIIPO30POI0 CIOJIYYHOTKAHUHHOIO TUTIBKOIO, 0€3 OYy/Ib-SIKMX KICTKOBUX €JIeMEHTIB. Ak
oyno mokazano /J[. Illtapkom (1964, 1967) npu ricTOJOTIYHOMY JOCIIKEHHI coOaku, BO-
Ha TpeJACTaBieHa TialiHOBUM XpsmeM. [IpoTsrom mepmux 7-10 AHIB eKTOTHMITaHATbHA
KICTKa JICIIO PO3IIUPSIETHCS 1 TOBEPTAETHCS B OUIBII BEPTUKAIBHE MTOJIOKEHHS.

Ha nacrtymnHiii cranii po3sutky (npu6mauzno 3 10-ro mo 30 neHb) KOCTEHie MeianbHa
JacTHUHA CIyXOBOTO My3ups, mo (opmyerbes. B Hill po3BUBAIOTHCS €HTOTUMITAHAIIBbHI
CKOCTCHIHHS — aJie He JiBa (pOCTpaIbHOCHTOTHMITAHAIBHE 1 €IMHE "'KayJaTbHOSHTOTHM-
naHainbHe"), K BBakajocs panime (Hunt, 1974a), a yotupu — poCTpaIbHOCHTOTHMIIA-
HaJIbHE, TepIIe 1 APyre KayJalbHOCHTOTUMIIaHAIbHE (paHillle BCTaHOBJIEH] juie y Arcto-
idea) Ta BeHTpaIbHOCHTOTHMITaHAIbHE (paHile HeBigome) (puc. 1):
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Puc. 1. KicTkoBuii ckiiaji cIyxoBOTO My3upsi co0aymnXx 1 HOTo 3B'S130K 3 Tonorpadiero iHTpa-
OyJIIpHUX MEpPEeropoJoK Ta rpedeHiB. A: BeHTpoMeialibHUIl acleKT HEPO3ITHYTOIO Jii-
BOTO CiIyxoBoro my3upsi 3—4-tmwkaeBoro Canis lupus (matepanbHa CTOpOHA cripaBa, pocT-
pampHa 3Bepxy). B:3oHm QopmyBaHHS BHYTpIIIHIX TEpPeropomok i rpedeHiB. POS —
nocrcenTabHui Tpedinp (crista intrabullaris postseptalis), PrS — mnpecenranbuuii
rpe6inb (crista intrabullaris preseptalis); pemry abpeBiatyp AuB. y TEKCTi.

1) PoctpanbHoeHTOTHMIIaHAIbHA KicTKa (0S entotympanicum rostralis, R) mounnae ko-
CTEHITH B 30H1 KOHTAKTy KaM'sSTHUCTO1, KPUJIOKIMHOIOAI0HOT Ta OCHOBHOI KJIMHOIIO10HOT
KicTOK. Jlaii OKOCTEHIHHS MOIIUPIOETHCS MOCTEPOMENiaibHO, (OPMYIOUYH TTOKPIBIIO 1 O1-
YH1 CTIHKA COHHOTO KaHaly.

2) Tlepia kaynaibHOCHTOTHMIIAHAIBHA KicTka (0S entotympanicum caudalis primum,
E1) mounHae KOCTEHITH B MEPEAHINA YACTHHI My3UPS MIX POCTPaIbHOCHTOTHMITAHAILHOKO
Ta €KTOTUMITAHAJILHOIO KicTKaMH. [10TiM OKOCTEHIHHS MOIIMPIOETHCS MOCTEPOMETIaTbHO
710 KOHTAKTy 3 BEHTPAJIbHOCHTOTUMITAHAJILHOIO 1 IPYTOI0 Kay/1adbHOCHTOTUMITAHAILHOIO
KICTKaMH.

3) llpyra kayaaqpHOCHTOTHMITaHAIbHA KicTka (0S entotympanicum caudalis secundum,
E,) mounnae xocTeHiTH Bij OGapabaHHO-III I3UKOBOI KICTKH 1, Ha I MiJCTaBi, TOMOJIOT1-
3yetbes 3 caudales Entotympanicum” K. Ban-nep-Knay (1922). OxocteHiHHS mOMHpIO-
€THCS B POCTPATLHOMY HAMPSMi 10 KOHTAKTY 3 BEHTPAITbHOCHTOTUMIIAHAIBHOKO 1 TIEPIIIOIO
KayJaJbHOCHTOTUMIIAaHATIBHOIO KICTKaMHU.

4) BenrpanbHOCHTOTHMIIaHAIbHA KicTKa (0S entotympanicum ventralis, VE) xoctenie
y BEHTpaJbHIM YacTHHI 3aJIHHOI MOJIOBUHHU CIIYXOBOT'O ITy3UpPs Ha 3HAYHIN BiJICTaHl BiJ
IIEHTPIB OKOCTCHIHHS KayJaJbHOSHTOTUMITAHAIBHUX KICTOK, IOYATKOBO KOHTaKTYHOUH
JIMIIIE 3 eKTOTUMITAHAJIBHOIO KICTKO0. [Iprban3HOo Ha 4eTBepTOMY THKHI MTOCTHATAIIBHOTO
PO3BUTKY BEHTPAJbHOSCHTOTHMIIAHAIbHA KICTKA TOYMHAE 3JIerKa 'po3ayBaTucs’, Jal04uu
II0YaTOK OCOOJIMBOMY CHHYCY, TaKOX Ha3BaHOMY BEHTPAJILHOCHTOTHMIIAHAIBLHUM (SINUS
entotympanicus ventralis, VES).

Ha tperiii cranali, 10 NOYMHAETHCA MICJISA OBHOTO OKOCTEHIHHS CIYyXOBOTO ITy3HpS 1
3aBEPIIYETHCS 10 O—/-MICAYHOTO BIKY (pOopMyBaHHSAM Ae(iHITUBHOI MOp(OIOrii, BEHT-
PaTbHOCHTOTUMITAHATIBLHUN CHHYC MPOHUKAE y KICTKH, SKi TMOYATKOBO OTOUYYBAJIM BEHT-
PaTbHOCHTOTUMITAHATIBHY KICTKY: B €KTOTUMITAHAJILHY — JIaTepaibHO, B APYTY Kayajhb-
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HOCHTOTHMITAHAJIbHY — IOCTEPOMEIiajbHO, 1 B MEPIIy KaydalbHOCHTOTUMIAHAIbHY —
anTepomeniaabHO. B pesynbTarti, popmyeThcs Oe3nepepBHa KublienoAiOHa Meperopoaka
(puc. 1 B, 2 1). Y nucsunx BoHA MpeCTaBICHA JIHIIE CIA0KUM TpebiHIeM abo BAIMKOM, Y
CIpaBXHIX cobaunx — qo0pe BupakeHa. B X0/ moganbioro po3BUTKY y OUIBIIOCTI BU-
IIB BOHA YaCTKOBO pe30pOyeThcsi B CBOI yatepanbhiid yactuni (puc. 2 11-111). 3anexno
BiJI CTYIICHS I1l€i pe3opOilii, y MmoeaHaHHI 31 CTYIIEHEeM €KCMaHCli BEHTPaJIbHOCHTOTHUMIIA-
HAJIbHOTO CHHYCa, IIEPEropoJiKa CIyXOBOIro Iy3ups npuiiMae (GopMy MHIBMICALS, MIIKOBU
9¥ KiUTbL (MCKa 3 IIMPOKUM OTBOPOM mocepeauHi) (puc. 3-5).

_ (] - OopcanbHa neperopoaka
ET AD Y I - BeuntparnbHa neperopoaka
¥

OcHoBa gopcanbHOI Neperopoaku

[opcanbHui Kpan KayaanbHOEHTOTUMMaHaNbHUX KiCTOK
Mexa ekcnaHcii BeHTpanbHOEHTOTUMNAaHanbLHOro CUHYCY
LloB Mix KayaanbHoeHToTMMNaHansH1MMK kictkamu (E, ta E,)
JliHis YacTUHKM BeHTpanbHOI Neperopoaku, Wo pesopbyBanacs

/ AD

vy

Puc. 2. Po3Burok ciyxoBoro my3upsi Canis lupus micist OKOCTeHiIHHSI €HTOTUMITAHATBHOTO
KOMIUIEKCY. BeHTpaabHUil acleKkT mpaBoro My3Hups, PO3ITHYTOro MO JIiHIT MaKCUMAalIbHOL
eKCIaHCii BEHTPAJIbHOCHTOTUMITAHAIIBHOTO CHHYCa (J1aTepajibHa CTOPOHA 3J1iBa, pOCTPalIb-
Ha 3Bepxy). |: Bik 4-5 twkHis; Il Bik 8-10 TmxkHiB; I11: topocna ocoouna. TC — Gapa-
OanHuii rpedinb (Crista tympanica); pemry abpeBiaTyp AuB. y TEKCTi Ta puc. 1.

Takum ynHOM, Ha BigMiHy Bif koiumHix morasaie (Hough, 1953; Hunt, 1974a, 1987,
Wang, Tedford, 1994), neperopojka ciiyXxoBoro my3upsi cobaunx GopMyeThCs He MiBep-
TaHHSIM Kparo "'KayJaJbHOCHTOTUMIAHAIBHOI KICTKH' ', a HUIAXOM 1HBa3ii BEHTpaJIbHOCH-
TOTUMIAHAIHHOTO CHHYCA B €KTOTUMITAHAJIbHY 1 JIBI KayJaTbHOCHTOTUMITAHATIBHI KiCTKH.
BinmoBigHO, BOHa Ma€ CKJIaIHUN KICTKOBH CKJIAJ. aHTEPOBEHTpaJIbHA Ieperopoka (Sep-
tum intrabullare ventrale anterius, AV) ta nmocrepoBeHTpaibHa mieperopoaka (septum in-
trabullare ventrale posterius, PV) chopMoBaHi B eKTOTUMIIAHAIBHIA KICTI, aHTEPOIOP-
cayibHa reperopoka (septum intrabullare dorsale anterius, AD) — B mepiiii kay1aiabHO-
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SHTOTUMIIAHAIbHIA KiCTIII, a TocTepoaopcanbHa (Septum intrabullare dorsale posterius,
PD) — B apyriii kayganpHOSHTOTUMITaHANBHIN (puc. 2, 3, 5).

 —AD

B D

*

[ —Tleplwa kayaanbHoeHTOTUMMNaHanbHa Kictka - — OcHoBa aHTepoBeHTpansHoI Neperopoaku

[ — BeHTpanbHOEHTOTMMMNAHanbHa Kictka 2+ — Lo Mixk BEHTpanbHOEHTOTUMMNAHA bHOK
B — AkroTmMnatansia kertia Ta 3KTOTUMMAaHAaNbHOK KICTKaMM

1 — BeHTpanbHOEHTOTUMNAHANBHUIA CUHYC R — MocTHaTankHMii OHTOreHes

Puc. 3. Po3'eqHanHs OCHOBM BEHTPAJIBHOI MEPErOPOIKH 1 IIBA MK BEHTPAIbHOEHTO-
TUMITaHAJILHOI Ta EKTOTUMIIaHAJILHOI KicTKaMH B oHTOreHe3i Chrysocyon brachyurus, o
UTIOCTPYE POJIb BEHTPATLHOCHTOTUMITAHAIBHOTO CHHYCa Y (DOPMYBaHHI TIEPETOPOIKU CITY-
xoBoro my3upst. A: [lomepeunwii 3pi3 CIryXOBOTO My3Hps TOPOCIoi ocoOuHU (JarepaibHa
cTopoHa crpasa) 3a [1. Ban-Kamnenowm (1905, Abb. 49); b.0. — ocHoBHa noTHIMYHA KiCT-
Ka, C.C. — COHHHMI KaHaj. B: ®parMeHT 300pakeHHS A C MO3HAYCHHSMU YTOYHEHOTO
KICTKOBOT'O CKJIQAy Iy3Wps 1 BIIHOCHOTO posramryBaHHs ocHoBu AV 1 mBa VE/ET.
C: CxeMatnuHMi 3pi3 My3Ups IOBEHIILHOT OCOOMHU Ha CTaJiii Meperopoku, o ohopmMu-
nacs. BuaHo, mo Biactanb Mixk ocHoBoto AV i mBoM VE/ET menie, HiX y aediHITHB-
HOTO ciyxoBoro my3ups B. D: [louaTkoBa meperopojika Ha cTajii TIIbKU IO OKOCTEHI-
noro ciyxoBoro my3ups. OcaoBa AV 1 moB VE/ET 1e 30iratotbest ouH 3 ogHuM. AoOpe-
BIaTypH JIUB. Y TEKCTI.

Po3ain 4. ledinituBHa MmopgoJiorisi ¢JiyXoBoro my3upsi codoaumx

B posznini npeacrasieni aetanbHU onuc 1 pororpadivyna qoKymeHTalis Mmopdoioriy-
HOT PI3HOMAaHITHOCTI Ne(PIHITUBHUX CIyXOBHUX ITy3WPIB JTOCIHIKEHUX BHIIB IiIPOJIAHA
Caninae, 3 akmeHToM Ha iHTpaOyspHy Mopdosoriroo. [leperopoaka ciryXxoBOro my3ups
MpeJICTaBICHA TAKUMH cTaHaMU (puc. 4):

la. Tonkuii miBMICSIL B Me/1alIbHIN YacTHHI CiyxoBoro my3ups. Lleil ctan BusBiIeHO
y 6asanpHux Caninae (TLeptocyon) i iHTepnpeTyeTbes K MOYATKOBHU JJIS ITiIPOIAMHU.
Bin Takox mpejcraBieHuit y cydacHux "denexoinaux" nucsuux: Fennecus zerda, Vulpes
rueppelli ta V. chama.

1b. ITeperopozaka Maiixke abo MOBHICTIO peaykoBaHa. CtaH mpejacraBicHuit y Otocyon
megalotis i inTeprpeTyeThes AK MOXIAHUHI BiJ cTaHy 1a.

2. IliBmicsnp 3 OUTBII PO3BUHEHOK aHTEPOBEHTPATBHOK YAaCTHHOO, ajie OCTaHHS HE
3axoAuTh Mif O6apabanuuii rpedinb. CTaH MPEACTABICHUM Y PEIITH JIMCSYUX 1 IHTEpIIpe-
TY€EThCs K MOXiAHUM BiA 1la. B Mexax mporo crany, 3a CTyIeHEM POCTPaIbHOI €KCIaHCIi
BEHTPAJIbHOCHTOTUMITAaHAJILHOT'O CHHYCA, T0JIATKOBO BUIUIAIOTHCA Tpynu 2a ta 2b: Vulpes
S. str., a6o "crpamxwi mucsai” (V. vulpes i V. pallida), Ta "kopcakoimni" (Alopex lagopus,
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Puc. 4. Cxemaruune 300pa)keHHs PO3ITHYTHX COyxoBHX my3upiB Caninae (iarepaibHa
CTOpOHA CIIpaBa, POCTpasbHa 3BepXy). 1-5 — cTaHM 03HAK MEPErOPOIKH CITyXOBOTO ITy3H-
ps (muB. y Tekcti). CTpiikaMy BKa3aHa MOJISIPHICTb, 110 BCTAHOBJICHA 3a MAJCOHTOJIOTIY-
HUMH JAHUMU.

PAN

V. corsac, V. ferrilata, V. velox, V. bengalensis) Bignosigao. OcTaHHE PO3IUICHHS MEHII
YiTKE, 3BKAaI04YM Ha IIUPOKHI J1ara30H MIHJIMBOCTI 332 CTYIIEHEM POCTPAJIbHOI €KCIaHCIi
BEHTPATbHOCHTOTHMITAHATILHOTO CHHYCa Yy Tectsl. SIKIo el CTyniHb He MepeKPUBAETHCS
y V. vulpes i V. pallida 3 omnoro 6oky, Ta 'y V. corsac, V. ferrilata, V. velox, V. bengalensis
— 3 iHmoro, To cepea A. lagopus 3ycTpiuaroThesl €K3eMILIIPH, 10 BiANOBIIAIOTH 3a Ja-
HOI 03HaKO oOoM rpymaM. Urocyon cinereoargenteus takox HaOJMKAETbCS 10 TPYIH
"KopcakoimHuX" 3a CTyIEHEM pOCTPalIbHOI eKCIaHCii BEHTPATHbHOSHTOTUMITAHAIBHOTO CH-
Hyca Ta (OpMOI0 IEPErOPOIKH, alie Pi3KO BIAPIZHIETHCS 3BYKEHHIM 3aIHOT YACTUHU ITY-
3UpA Ta 30UTBIICHHSM HUKHBOT TYOH 30BHIIIHBOTO CIIYXOBOTO MPOXOTY.

3. [liBMics1Ib 3 aHTEPOBEHTPATILHOIO YaCTUHOIO, SIKA 3aBXKJIM 3aX0IUTh i OapabaHHMUI
rpe6inb. Lleit cran 3HaitneHo y 6azanpaux Canini (T"Eucyon™) i iHTepripeTy€eThes K Moxi-
JTHHW BiJl 28 Ta MOYATKOBHU Ui TpuOHU. BiH npeacraBiennii y wieHniB 06ox minrpu6d (Cer-
docyonina ta Canina). B mexxax maHoro ctany (K 1y JUCSYMX B MEXaX IMOMEPEIHBOTO
CTaHy) CHOCTEpIraroThCsl MOJATKOBI MigpO3iid, eQeKTHBHI, TPUHANMHI, Ui POAOBOI i
BU0BOI miarHocThku. Tak, Lycalopex vetulus pisko BinpisHserbes Big Pseudalopex spp.
3HaYHUM PO3IYTTIM ITy3Ups, SIKe Hajae Womy Kyienomiony dopmy; Pseudalopex sechu-
rae — Big Pseudalopex s. Str. GiIBIIOI POCTPATILHOIO 1 JIATEPATbHOI EKCIAHCIEI0 BEHT-
paIbHOGHTOTUMIIAHATBHOTO cuHyca; Nyctereutes procyonoides xapakTepu3yeThes MO€E-
HaHHSIM 3HaYHOTO POCTPATBHOTO 3CYBY OCHOBH MEPEAHBOI MEPETOPOIKH 3 i1 MATIOI BUCO-
TO¥O.

4. TligkoBa 3 aHTEPOBEHTPAIHHOIO 1 TTOCTEPOBEHTPAILHOI0 YaCTHHAMM, IO 3aXO0JATh
i 6apabanuuii rpedinb. Lleii cran MoxHa hopmaltizyBaTH SIK ''MOCTEPOBEHTpaIbHA TIEpe-
ropojika mpucyTHs' . BiH iHTepHnpeTyeThCs K MOXITHUHN Bl cTaHy 3. 3aBXKIU MpeCcTaBIe-
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HUH 1 100pe Bupaxkenmit y Cerdocyon thous (puc. 5), Canis lupus, Canis pallipes, Cuon
alpinus i Lycaon pictus; 3aBxau npeacTaBlieHUH, alie ciadkime Bupaxenui, y Schaeffia
adusta; imoi 3ycTpivaeThes, ajie ciiabko BUpakeHuH, y Apionux Canis: C. aureus, C. me-
somelas ta C. latrans.

5. be3nepepBHe Kiiblle 3 BEHTPAIbLHOI YAaCTHHOWO IMiJl OapabanHumM rpebenem. lleit
CTaH IHTEPIPETYETHCS K HAWOUIbII MPOCYHEHUH 1 OX1AHUHN BiJ cTaHy 4. 3aBXau Mpei-
craienuii y Chrysocyon brachyurus u Speothos venaticus 1, six npasuio, y Cuon alpinus
hesperius.

Puc. 5. A: Cerdocyon thous PIUW 3561 (mopociwii); BeHTpOMeIialbHUN aCIEKT PO3ITHY-
TOTO JIIBOTO CIIyXOBOro my3upsi. B: CxemMaTuuHe mojaHHs YacTUHU ITy3HUPs, 300pakeHOT0
Ha A, sIKa YTBOPIOETHCS B PE3YJIbTaTi PO3BUTKY BEHTPATbHOCHTOTHMIIAHAIIEHOTO CHHYCA.
JIiHis pO3THHY 3aIITPUXOBaHa, OCHOBA MiaAKOBONOAiOHOT eperopoaku (AV+AD+PD+PV)
MO3HAY€Ha KUPHOIO JIHIEI0, eKTOTUMIaHAIbHA KICTKa — IIYHKTUPOM, CTIHKHU J1e()iHITHB-
Horo VES — cipum BigTinkoMm. BujHo, mo movyarkosa 3oHa VES (mo3HaueHa KpamkoBOO
JiHi€r), sika panimre 30iranacs 3 VE (aus. puc. 1 A ta 3 D), nepeTBOpIo€eThCs Ha BIKHO,
10 3'€JHY€ CHHYC 3 PEIITOI0 CIIyXOBOTO My3HUps. Y X0 PO3BHUTKY 1€ BIKHO PO3IIHPIOETH-
Csl IIJISIXOM pe30pOIIii cBoix kpaiB (cTpinku) 10 nediHiTUBHOTO cTaHy (Oina minsHKa). AG-
peBiaTypHu JIUB. Y TEKCTI.

Po3ais 5. AHani3 Ta y3arajJibHeHHSI JaHUX

VY po31aiai IpOBOAUTHLCS MOPIBHSHHS BCTAHOBJICHOT'O KICTKOBOT'O CKJIaAy 1 BHYTPIIIHBOT
Mopdororii cryXoBoro my3ups cobaurx 3 BIAMOBIIHUMH JaHUMH 1O 1HIIUX 1HMpapsaax
XHKUX CCaBIlIB Ta CIIBCTABJISAETHCS MOCTIIOBHICTE MOpdosoriaaoi Tpancdhopmariii ciryxo-
BOTO Mmy3ups B oHTOreHe3i Caninae 3 takoro y ¢inorexesi qaHoi miapoauau ta Hesperocy-
oninae. Takox aHATI3yEThCS PO3MOILT CTaHIB O3HAK IEPErOPOJIKH IO KJIaJax CYYacCHUX
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(biTOoreHeTUYHUX JIePEB 1 MOTO CITIBBIIHOIICHHS 3 MOJSPHICTIO, BU3HAYCHOIO Ha MiACTaBl
MaJ€OHTOJIOTIYHUX JTaHUX.

3aranpHUM 1 moyaTkoBuM Juiss Carnivora € eHTOTUMITaHATBHUNA KOMIUICKC, SIKAH CKJ1a-
JAETHCS 3 POCTPATBHOCHTOTUMITAHATIBLHOT Ta JPYroi Kay1adbHOCHTOTUMIAHAIBHOI KICTOK
(R+E,), mo 30epernucs y Aeluroidea. Bin momoBHeHUH mepmior KayaalbHOCHTOTHMIIA-
HaJIbHOIO KicTKoro y miapsai Caniformia (kommiuexe R+E,+E;, mo 36epircs y Arctoidea) i,
HapelITi, BEHTPaJbHOCHTOTHUMITAHAILHOIO KicTKOK (koMmiuiekc R+E,+E;+VE), yHikaib-
Horo mis Cynoidea (puc. 6). JlaHa rimore3a HOBHICTIO Y3TOMKYEThCS 3 TOMOJIOTIED Cydac-
Hux kmagorpam psuay 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).

Aeluroidea Arctoidea Cynoidea
A B C
BS

BO

D E F
BS
ET
BO BO
E,’
E; EO
Feliformia | Caniformia
Carnivora
I
R+E,

Puc. 6. KicTkoBu#i ckiaa ciyxoBUX My3upiB 1 (DUTOT€HETUYHI 3B'SI3KH TPHOX 1H(PAPAIIB
Carnivora. A-C: 3a P. Xaarom ta P. Tendopmom (1993, fig. 5-4); D-F: yrouneni nai.
A, D: Felidae-Viverridae (Aeluroidea), B, E: Arctoidea, C, F: Canidae (Cynoidea). AL —
KPUJIOKIMHOBHUIHA KicTka, BO — ocHOBHa moTwimyHa KicTka, BS — ocHOBHa KITMHOBU/I-
Ha kicTka, EO — OGokoBa nmoTuwinyHa kictka, M — cockononiOna kictka, SQ — syckara
KicTka, S — septum bullae; pemry abpeBiatyp auB. y po3mimi 2.
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AHai3 oJlepKaHUX 1 JITepaTypHUX JaHWX IIOAO0 OHTOoreHedy Carnivora BUSBHB ITO-
MUJIKOBICTh 3aTJIbHONIPUIHATOTO YSIBJICHHS PO PO3BUTOK MEPETOPOIOK CIIYXOBOTO ITy3H-
ps LUIAXOM ''TJIBEpTaHHA' KpaiB KiCTOK, TOOTO IXHBOT'O POCTY BCEPEIUHY MOPOKHUHH ITYy-
3upsi. B A1HICHOCTI MeperopoiKu € MUISTHKAMH TOYaTKOBOI CTIHKH ITy3Ups, sIKI HE pe3opOy-
BaJIMCS HA MEXaxX MK CHHYCaMH, 110 HE3aJIe)KHO PO3BUBaIOThCs. Tonorpadist 30H, 1€ mno-
YMHAETHCSA PO3BUTOK LUX cuHyciB, moBHicTio (y Aeluroidea ta Cynoidea) uu yacTkoBO
(Arctoidea) moB's3aHa 3 KICTKOBMM CKJIaJIOM EHTOTUMIIAHAIBHOI YaCTUHH ITy3HPSI.

Posmonin craHiB o3Hak iHTpaOysipHOT Mopdotorii o Takconax Caninae B miiomy y3-
TOJKYETHCSI 3 XapaKTepOM Taly>KeHHs Cy4acHHX MOP(OJIOTIYHUX, MOJIEKYJISIPHUX
(MmtIHK Ta s/IHK) i komGinoBanux kiamorpam (Tedford et al., 1995; Bininda-Emonds et
al., 1999; Wayne et al., 1997; Zrzavy, Ri¢ankova, 2004; Bardeleben et al., 2005a, 2005b;
Lindblad-Toh et al., 2005; Agnarsson et al., 2010; Perini et al., 2010) Ta 3 monspHicTIO Ha
M1JICTaB1 MAJICOHTOJOTTYHUX JIAaHUX 1, TAKUM YUHOM, CBIJUUTH MPO MEPCIEKTUBHICTD i1 BU-
KOPUCTOBYBAaHHS y (pUIIOTE€HETHUI1 1 TAKCOHOMIUHINA AlarHoctuul. Ilepir 3a Bce, 3aX0MKeH-
HSl aHTEPOBEHTPAJIBHOI MEPEropoKu i 0apabaHHMI TpeOiHb BUSBISETHCA CHHANIOMOP-
diero mns Tpubm Canini (Bxmrouaroun pin Nyctereutes), a xinplenoniOHu CTaH Tepero-
poaKu — cuHAroMopdiero s MOJICKYJISIpHO-cucTeMaTnyHoi kinagu Chrysocyon+Speo-
thos y mexxax miarpuou Cerdocyonina.

BcTranoBieHi BIIMIHHOCTI MK TprOamMu 3a MOPGOJIOTIEI0 CIYXOBOIO My3UPs B HIJIOMY
MO>KHA M1JICYMYBaTH y BUTJISA1I HUKYCHABEACHUX JIONOBHEHB A0 TAKCOHOMIYHUX J11arHO-
31B!

Vulpini. Bigpisusiotscs Big 6asanpHux Caninae (Leptocyon) OuTbIMM KyTOM, Tij
SKUM EKTOTUMIIaHAJIbHA KICTKAa PO3TalllOBaHA J0 TOPU30HTAIBHOI IIOMMHU Yeperna. Ha
BiZMiHY Big TpuOu Canini mpuMITHBHO 30epirarTh: 1) BiIHOCHO O1IBbIINY €KTOTUMIIAHAIb-
HY KICTKY, SIKa 3a3BUYail He MiHs€ CBOIO (pOpMy B 30H1 1HBa31i B HEl BEHTPATbHOCHTOTUM-
MaHAIBHOTO CHHYCA; 2) BIJICYTHICTh OCTEPOBEHTPAILHOT MIEPETOPOIKN CIIYXOBOTO ITy3H-
ps; 3) cnabke narepalibHE 3aXOJKCHHS aHTEPOBEHTPAIBHOI MEPETOPOIKU CIYXOBOTO IIy-
3Up4: 1l OCHOBA HIKOJIM HE 3aXO0JIUTh I1J OapabaHHUI IpeOlHb.

Canini. Bigpisustoreess Big Vulpini HacTymHHUMHM TPOCYHYTUMH O3HaKamu:. 1)
BIJIHOCHO MEHIIIOK €KTOTUMITAHAJIBHOIO KICTKOIO, IO 3aBXKIU PO3yBAETHCS B 30H1 1HBa311
B Hel BEeHTPaJIbHOCHTOTUMIIAHAJILHOTO CHHYCA; 2) 3HAYHUM JIaTePaIbHUM 3aXO0JKCHHIM
AHTEPOBEHTPAJIHLHOI MEPErOPOAKU CIIYXOBOIO IMy3ips: il OCHOBA 3aBXKIU 3aXOJUTh MiJ Oa-
pabaHHuit TpeOiHb. Y MPOCYHYTUX NMPECTABHUKIB TPUOH 3'SIBISAETHCS MTOCTEPOBEHTPAIbHA
neperopojka, sika 1HOJ1 He BIAJAUICHA BiJ aHTEPOBEHTPAJIbHOI; 3arajibHa (popMa mepero-
POJKH CTa€, BIAMOBIAHO, IMAKOBOIOAIOHO0 a00 KIJIBIIENO110HOI0.

Po3BUTOK meperopoiku CIIyxoBOro my3upsi B oHToreHesi Caninae moBToproe ii eBolito-
I[if0 y paHHiX cobaunx — Hesperocyoninae, mpu mboMy BiH HampaBJICHUH MPOTHIICIKHO
¢inorenesy camux Caninae (puc. 7). AnoMopdHi CTaHH 03HAK MMEPETOPOIKU JaHOI IMipo-
IUHU € menoMopdo3amu, 1Mo BKa3zye Ha 3HAYHY POJb OHTOTCHETUYHHX OOMEKEHb B €BO-
JIOUIT CITyXOBOT'O Iy3UPsl CIPaBXHIX COOAUNX.
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Puc. 7. CniBBigHOIICHHS M1k (ITOTCHETUYHUMU T4 OHTOTCHETUYHUMH TTOCI1JOBHOCTSIMU
MopoJIOrii MeperopoaKu CIIyX0BOTo My3ups y paHHix cobauux (Hesperocyoninae) i Cani-
nae. JliBmii 0J0k: EBosrorist neperopoaku Hesperocyoninae 3a manmmu I1I. Banra ta
P. Tendopna (1994). IIpaBmii 6;0K: PO3BUTOK MEpPEropoku CIyXOBOTO My3HPs B OHTO-
rerne3i Caninae (3Hu3y), 110 MPUBOAMTH 10 AC(IHITUBHUX CTaHIB (Bropi), 300pakeHUX y
¢ioreHeTHYHIN TOCTIMOBHOCTI: Bil MPUMITHBHUX (31iBa) 10 HAWOLIBII MPOCYHEHUX
(cpaBa). OHTOTCHETUYHI T€TEPOXPOHIi TO3HAYCHI MEPETOMICHUMU CTPLIKAMH.

BUCHOBKH

B nuceptatiiiniii poOOT1 IOCHIIKEHO PO3BUTOK CIIyXOBOI'O Iy3Hps B OHTOTEHE31 Ta
1ioro Mop(oJIoTiuHy pi3HOMAHITHICTh Cepell TaKCOHIB cobaunx. OTpuMaHi AaH1 MOPIBHSIHI
3 HasIBHOIO 1H(OpMaIII€I0 MO0 IHIIMX TPy XUKUX CCaBLIB, 1 MOKa3aHO, 1110 NEPErOPOIKH
1 CHHYCH CITyXOBOT'O ITy3Hpsl HETOMOJIOT1YHI B pi3HUX iHppapsaax Carnivora i MoxyTh 00-
I'PYHTOBAaHO BUKOPUCTOBYBATHUCSl B CUCTEMATHI]l TAKCOHIB BUCOKOr0 paHry. Mopdosnoris
CIIyXOBOT'O Iy3Hpsl TaKOK MEPCHEKTUBHA JJIs 3'ACyBaHHS (IOr€HETUYHUX 3B'SI3KIB y Me-
*ax poauau Canidae.

1. CnyxoBuii my3up cobaynx yTBOPEHUN HE TPHOMA, SIK BBAXKAJIOCS paHille, a Im'sThMa
HE3aJIC)KHO KOCTEHIIOYMMH elleMeHTaMu. Ha 107aTok 10 eKTOTUMITaHaIbHOT KICTKH (CITi-
nbpHOT i kiaacy Mammalia), pocTpaibHOGHTOTUMITAHAIBHOT 1 IPYToi KayJaibHOCHTOTH-
MIaHAIBHOI KicTOK (cinbHUX i psaay Carnivora), a Takox mepiroi KayIaTbHOCHTOTHM-
naHanpHOI KicTku (cripHOI i migpsay Caniformia), ciryxoswuit my3up Canidae mae yHi-
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KaJlbHy BEHTPaJbHOCHTOTUMIIaHAJIBHY KICTKY, IIO BHCTyHae aytarnomopdieio iHppapsay
Cynoidea.

2. Tleperoponku ciyxoBoro my3upst Carnivora € Hepe3opOOBaHUMU IUISTHKAMH TIep-
BUHHOI CTIHKH Iy3UpsI Ha MeXaX MK 30HaMH, 110 He3aJIeKHO POCTyTh ('po3ayBaroThes’),
a He BUHUKAIOTh IIJIIXOM POCTY KpaiB KiCTOK BCepeANHY MOPOKHUHU my3upsi. Tonmorpadis
X 30H MOBHICTIO a00 YaCTKOBO MOB'sI3aHa 3 KICTKOBUM CKJIaJJOM €HTOTUMITaHAJILHO1 Yac-
TUHU Ty3Upsl.

3. 30HO010, 110 1HIYKYE YTBOPEHHS NEPETOPOJKH y cO0aunX, € BEHTPaTbHOCHTOTUMIIA-
HaJbHA KicTKa. B Hilf mounHae popMyBaTUCs OOJHOMMEHHUM CUHYC, SKUW MOTIM TMOIIUPIO-
€THCS B KICTKAX, IO ii OTOUYIOTh. B pe3ynbrari, YacTHHA MEPBUHHOI CTIHKHU ITy3UPS BUSB-
JISIETHCS BCEPEMHI TOPOKHUHU OCTAHHBOTO 1 CTA€ MEPErOPOIKOI0 31 CKJIAJIHUM KiCTKOBUM
CKJIQZIOM: aHTEpO- 1 MOCTEPOBEHTPAbHI il YACTUHU YTBOPEHI €KTOTMMIIAHAIBHOIO KICT-
KOO, aHTEepOIopcajbHa — MEPIIOI0 KaydalbHOCHTOTUMIAHAIBHOIO KiCTKOIO, a TIOCTEpO-
JopcalibHa — JPYroi0 Kay1aJbHOSHTOTUMITaHAIBHOIO.

4. BeHTpalbHOEHTOTUMIaHAIbHA KICTKA, OTHOMMEHHUNA CUHYC Ta YOTHPbOXKOMIIOHE-
HTHA MEePEropojika CIyXOBOTO My3Ups € YHIKAIbHUMHU JUIsl COOAUUX 1 CB1IYATh MPO MOHO-
¢uriro Cynoidea. Tnmn iHdpapsau XMKUX CCaBIIB XapaKTEPU3YHOThCS PO3BHUTKOM i1HAK-
IIMX, HETOMOJIOTIYHHMX, CHHYCIB y TIMOTHMIAHAIBHIN oOnacti (KaynaabHOCHTOTHMIIA-
HaypHOro y Aeluroidea ta tpancOymsapaux y Arctoidea), siki Takox IMOB's3aHi 3 0COOJIHMBO-
CTSIMH OKOCTCHIHHS IXHIX CIyXOBHUX ITy3upiB. IHTpaOyspHi neperopoaku (septum bullae
y Aeluroidea ta septum transversale y Arctoidea), o ¢popMyrOThCs B pe3ysbTari, € HEro-
MOJIOTIYHUMH OJIHa OJIHiH 1 Takiii y Cynoidea, 110 103Bosisie OOTPYHTOBAHO BUKOPHUCTOBY-
BaTH iX B CHCTeMaTHIli TakcoHiB Carnivora BUCOKOrO PaHry.

5. Mopdornoris BeHTpaIbHOEHTOTUMIIAHAJIBHOTO CHHYCa Ta MEPETOPOJIKH CIyXOBOI'O
My3Ups € MEePCIEKTUBHOIO JJII TAKCOHOMIYHOI JIIarHOCTHKHU Ta (PiJIOTEHETUYHOTO aHAJI3Y
coOayux. [lonsspHICT CTaHIB O3HAK MEPErOPOAKH, Oa30BaHa HA MAJICOHTOJIOTTYHHUX JAHUX,
y HUIJIOMY Y3TOJIKY€ETHCS 3 IXHIM PO3MOJITIOM MO KJaJax Cy4acHUX (DUTOTeHETHYHHUX TiIo-
TE3.

6. 3axomKEeHHsI aHTEPOBEHTPAIbHOI MEPEropoAKy MiJ OapabaHHUN rpeOiHb € PYroro
(micys paHilie BCTaHOBIJICHOI HAsIBHOCTI ()POHTAIBHOTO CHHYCA) OCTEOJIOTIYHOK CHHAIIO-
mopdiero st Tpuou Canini, a KiIbIEHOJIOHUI CTaH MEPEropoOJIKH — MEPIIO0 OCTEOJIOTI-
YHOI0 CHHAIIOMOP]IEr0 17151 MOJIEKYJIIpHO-cucTeMaTHuHOT Kitagu Chrysocyon+Speothos.

7. OcobauBocTi MOPGOIIOTIi CIIyXOBOTO ITy3UPS JO3BOJSIOTH MPUITYCTUTH OUTBIINY, HIK
NPUUHATO BBa)kaTH, TaKCOHOMIYHY BigokpemieHicTh Lycalopex vetulus i Pseudalopex
sechurae Big Pseudalopex s. str.; "denexoiguux" Ta "kopcakoiguux' nucuie — Big Vul-
pes s. str.; Cuon alpinus hesperius — Bix Cuon alpinus s. Str., a TakoX HiATBEPIKYIOTh
npuHaiexHicts poay Nyctereutes go Tpuou Canini, a ve Vulpini.

8. Onrorenes neperopojaku y Caninae € mpsaMor0 peKamTyJisiiero ii GpioreHe3y y Hau-
JABHINIOI TPy cobaunx — Hesperocyoninae, npu nboMy BiH HapaBICHUH MPOTHIICKHO
¢inoreHeTHYHIN TOCTIZOBHOCTI B Mekax camux Caninae. HailOGinbmn mpocyHEeHi CTaHH
O3HaK MEPEropoJIKM TaHO1 MIAPOANHU € neaoMopdo3aMHy, 10 CBIIYUTH PO 3HAYHY POJIb
OHTOI€HETUYHHUX OOMEKEHb B €BOJIIOLII]T CIIyXOBOTO Iy3HPs CIIPABAKHIX COOAUYMX.
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AHOTAIII

IBanos /1. B. Cayxosuii my3up cobaunx (Carnivora, Canidae): onTorenes, mopis-
HsLIbHA MopdoJioris Ta ¢ginoreHeTnyHe 3HaYeHHs1. — Pykonuc. — Jluceprairis Ha 3710-
OyTTs HAYKOBOT'O CTYIEHsI KaHauaaTa OlosoriuHux Hayk 3a cremianbHicTio 03.00.08 —
3oo0uorisi. — [HcTuTyT 300010T11 1M. [. I. [lIMmansrayzena HAH Vkpainu. — Kuis, 2010.

JlocimpkeHi po3BUTOK ciiyxoBoro my3upst Caninae B onrorenesi 20 BuaiB Ta ioro je-
dinituBHa Mopdororis y 30 cydacHux 1 2 BuMepiux BuAIB. OnepikaHi AaHi CIIBCTABICHO
3 HasBHOK iH(popMmariero o Beix Canidae Ta iHIMX Tpymax XMKUX CCaBIIiB i MpoaHaIi-
30BaHO 3HAYEHHS MOPQOJIOTii CIIyXOBOTO IMy3ups IS 3'sicyBaHHs eBoJtoLii cobauux 1 Car-
nivora y mijgomy.

[Tokazano, mo iHdpapsau Carnivora pi3HATHCS 3a KICTKOBUM CKJIaJIOM C€HTOTHMIIaHA-
JBHOI YACTHHM My3Ups; iX IHTPAOYJIAPHI CHHYCHU 1 IEPETOPOJKA HETOMOJIOTMYHI 1 MOXKYTh
OOIPYHTOBAHO BHUKOPHUCTOBYBATUCS Y (PLIOr€HETHUIl TAKCOHIB BUCOKOIO paHry. BcraHos-
JICHO, 110 CIYXOBUHM IMy3Hp cO0AYMX YTBOPEHHUH IM'ATbMa KICTKAMHU: €KTOTHMIAHAJIbHOIO,
POCTPaIbHOCHTOTUMITAHAJILHOIO, MEPIIOI0 1 JPYrow KayJladbHOCHTOTUMIIAHAJILHUMH Ta
yHikaspHOW0 s Canidae BeHTpabHOCHTOTUMITAHAIBHOK KiCTKOK. OCTaHHS Ja€e moya-
TOK OJHOWMEHHOMY CHUHYCY, SIKUU MPOHUKAE B OTOUYIOYl KICTKH, (DOPMYIOUH CKJIQJHY YO-
TUPbOXKOMIIOHEHTHY NIEPETOPOJIKY CIIyXOBOT'O ITy3HpS.

Po3nofin craHiB iHTpaOyIapHUX 03HAK Mo Kiagax Caninae cBiauuTh PO MEePCIEKTHB-
HICTh iIXHROTO BUKOPUCTOBYBAHHS B cucTeMartuili. CIiBCTaBICHHS] OHTOT€HETUYHOT 1 (iJio-
TE€HETUYHOI MMOCI1IOBHOCTEN yKa3y€e Ha 3HAYHY POJIb T€TEPOXPOHIM B €BOIIOLIT CIIyXOBOI'O
y3Ups co0avymux.
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Karouosi cioBa: Carnivora, Canidae, Caninae, bulla auditiva, meperopoaka ciyxoBo-
ro My3ups, KpaHiaabHa MOP(]OJIOTis, MOCTHATAIBHUI OHTOTEHE3, €BOJIIOIIIS, CHCTEMATHKA.

HBanos /1. B. CayxoBoii my3sipb ncoBbix (Carnivora, Canidae): onrorene3s, cpas-
HUTEJbHAsA MOp(oJiorus U puiroreHeruyeckoe sHayenme. — Pykonucs. — [luccepra-
1Sl HA COMCKAaHUE YUEHOW CTENEeHM KaHAuJaTa OMOJIOTMYECKUX HAayK IO CIEHUaTIbHOCTH

03.00.08 — 300mn0russ. — UucTtuTyT 30050rMNK uM. M. U. IlImansrayzena HAH Ykpaussi.
— Kues, 2010.

HccnenoBanbl pa3BuThe ciiyxoBoro my3sips Caninae B ontorenese 20 BUIOB U €ro je-
¢bunuTHBHAsE Mopdonorus y 30 coBpeMeHHBIX U 2 BhIMepIuX BUAOB. [lomyueHHbie naH-
HbIC COMOCTABJICHBI ¢ UMeroIneics nupopmarmei mo Bcem Canidae u apyrum rpymmnam
XUIIHBIX MJICKOTUTAIONINX, U MPOAHATU3UPOBAHO 3HAYECHUE MOP(OJIOTUU CIYXOBOTO My-
3BIPsI TSI BBIICHEHUS DBOJIIONNMHY TICOBBIX 1 Carnivora B mesomM.

[Tokazano, uto uHOpaoTps bl Carnivora pa3audaroTcs Mo KOCTHOMY COCTaBY SHTOTH-
MITAHAJIBHOM YacTH My3bIPs; UX HUHTPAOYJUISIPHBIE CUHYCHI M MEPETOPOJKH HETOMOJIOTHU-
YHBI U MOTYT OOOCHOBAHHO HUCIIOJIb30BaThCs B (PMIIOr€HETUKE TAKCOHOB BBICOKOTO paHTa.
Y CTaHOBIIEHO, YTO CIIYXOBOM MY3BIPh IMCOBBIX 00Pa30BaH MATHIO KOCTSIMU: SKTOTHUMIIAHA-
JIbHOW, POCTPAIbHOIHTOTUMIIAHAJIBHOM, NEPBOM M BTOPOU Kay[dajJbHOIHTOTUMIIAHAJb-
HBIMU M yHHKaJIbHOW i Canidae BeHTpabHOPHTOTUMITAHAIBHON KOCThIO. [lociemHsis
JaeT Ha4ajlo OJHOMMEHHOMY CHUHYCY, KOTOPBIA BHEIPSETCS B OKpY’Karoliue KocTH, (op-
MUPYS CHOKHYIO YETBIPEXKOMIIOHEHTHYIO MTEPErOPOAKY CIyXOBOTO MY3bIpS.

Pacnipenencaue cocTosiHUI MHTPaOY UIAPHBIX MPU3HAKOB 1Mo Kiagam Caninae ceuje-
TEJIbCTBYET O MEPCHEKTUBHOCTU MX HMCIOJIb30BaHMs B cucTteMarnke. COnoCTaBIE€HUE OH-
TOTEHETUYECKON M (PUIOT€HETHYECKOM IMOCIIEeI0BaTEIbHOCTEN yKa3bIBaeT HAa 3HAYUTEIb-
HYIO POJIb T€TEPOXPOHUN B IBOJIFOLUHU CIIyXOBOT'O IIy3bIPs [ICOBBIX.

Kmrouenie cioBa: Carnivora, Canidae, Caninae, bulla auditiva, meperopoaka ciyxo-
BOTO Iy3bIPsi, KpaHUaIbHAsT MOP(OJIOTHs, MOCTHATAIbHBIA OHTOICHE3, SBOJIOLUS, CHCTE-
MAaTHKA.

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
reconstruction 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.
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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,
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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