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1. BBEJIEHUE

[lo pa3nu4HbIM B3rJIsAaM Ha CUCTEMATHKY, COBPEMEHHBIE KPOKOAMIIBI BKIOYAIOT OT 23 10 28
BUJIOB TIOJYBOJHBIX XHUIIHUKOB-3aCaTUUKOB U3 AQpuku, A3uu, ABCTpaiuu U obenx AMepuk
(McAliley et al., 2006; Hekkala et al., 2011; Oaks, 2011; Shirley et al., 2014; Grigg, Kirshner,
2015; Murray et al.,, 2019). OHu SsBISAIOTCS EIUHCTBEHHOW BBDKHUBIICH BETBBHIO KIIAIbI
Crocodylomorpha, mpeacraBuTenu KOTOPOM B  MPONIIIOM  OBUTM  DKOJOTHYECKH U
TAaKCOHOMHMYECKH OYEHb Pa3HOOOpa3Hbl W BKJIIOYANM NOJHOCThIO Mopckue (Thalattosuchia,
Dyrosauridae), momyBogusie (OonmpmmHcTBO Neosuchia) um Hazemublie ¢opmbl (Notosuchia,
Protosuchidae, Shartegosuchidae, Planocraniidae) (Clark, 1986, 1994; Walker, 1990; Nesbitt,
2011). Kpokoammnomopdsl MOSBUINCH B KOHIIE TpUaca U ObUIHA €NCTBEHHBIMU TPECTABUTEISIMU
MICEBAO3YXHEBOU («KPOKOIUIBEH») BETBU apX03aBPOB, MEPEKUBIINMH BHIMHUPAHUE B KOHIIC
tpuaca (Nesbitt, 2011). Kpoxoamnber (Crocodylia), Hapsamy ¢ ux OJMKaWIIUM HBIHEKHUBYIIIUM
CECTPUHCKMM TaKCOHOM — mnTULaMu (Aves), SBISAIOTCA JABYMS COBPEMEHHBIMH BETBSMU
apx03aBpOB.

CwibHO MOIU(MUIIMPOBAHHBIA AaKWHETUYHBIA YEpPEeN SBISCTCS «BU3UTHOM KapTOUKOM
COBPEMEHHBIX KPOKOAMIIOB M WX BhIMepIIUX pojcTBeHHUKOB (lordansky, 1973; Langston, 1973;
Pol et al., 2013). Konconumamusi MoO3roBoii KOpoOKM, HeOa, M 3aTBUIOYHOM YacTH depena
ABIIAIOTCS ~ KJIIOYEBBIMH  MPEOOPA30BAHMUSIMM, TPOU3OLICANIMMUA B TEUEHHUE HBOJIOLHU
KPOKOIMIOMOP(} M CBS3aHHBIMHU C YBEJIMUCHHEM CHJIBI CMbIKaHus demtoctedt (Langston, 1973;
Erickson et al., 2012; Pol et al., 2013). Dt mnpeoOpa3oBaHusi depena MTPOUCXOAMIN
OJIHOBPEMEHHO C paHHEH auBepcuduKauein KpokoauaoMopd B MO3IHEM TpHace-paHHEH ope 1
OBLTH CBS3aHBI C PKOJOTUYECKUM M ABOJIOIMOHHBIM YCIIEXOM mpencraButeneid kimaasl (Walker,
1990; Pol et al., 2013; Leardi et al., 2017, 2020). Takum 06pa3zom, aHATOMUSI MO3TOBOM KOPOOKHU
UMEEeT KIIOYEeBOE 3HAYCHHE JUIsi MOHUMAaHHS DSBOJIONUU W OHOJOTHM KPOKOJWUIOB U MX
BBIMEPIINX POJCTBEHHUKOB.

PaznuunbIie acieKThl CTPOCHUS MO3TOBOM KOPOOKH KPOKOIMIIOB OBLTH U3YYEHBI 32 TIOCTICTHNE
Tpu ctonetus (Cuvier, 1824; Owen, 1850; Briihl, 1862; Miall, 1878; Kéilin, 1955; Miiller, 1967;
Iordansky, 1973; Langston, 1973; Walker, 1990; Brochu, 1999; Holliday, Witmer, 2009;
Dufeau, Witmer, 2015). HecmoTpst Ha 60JbIIOe KOJMYECTBO MPEIIIECTBYIONUINX HCCIIEOBAaHUMH,
KOMIUIEKCHOTO ¥ BCECTOPOHHETO OMHCAHHSI aHATOMHUHU MO3TOBOM KOPOOKH KPOKOJWJIOB JIO0 CHX
nop He Obuio crnenano. KpoMe Toro, HOMEHKIATypa AJIEMEHTOB MO3TOBOW KOPOOKH SIBIISETCS
CJIO’KHOM, 3aIlyTaHHOM W NMPOTHMBOPEYMBOM BO MHOTHX ONMYyOJIMKOBAaHHBIX paboTax (Hampumep,
Owen, 1850; Iordansky, 1973; Busbey, Gow, 1984; Clark, 1986; Walker, 1990; Wu, Chatterjee,
1993; Dufeau, Witmer, 2015; Leardi et al., 2017, 2020; cm. Tabmuma 2). TepmuHOIOrHYeCKas
HECTaOUJILHOCTh YCJIOXHSIET MCCIEI0OBAaHUE U CPABHEHUE CIIOKHBIX CTPYKTYp HEMpOKpaHHyMa
KpokoauiaoMopd. DTo oTpakaeTcsi B KOPOTKUX U MOBEPXHOCTHBIX OINHUCAHUSAX MO3TOBOU
KOpPOOKHU OOJIBIIMHCTBA BBHIMEPIIUX KPOKOJAMIOMOP(), HETOUHBIX M OMIMOOYHBIX OINMPEACICHUSIX
OTJICIIbHBIX AHATOMHYECKHX CTPYKTYp, @ TaKK€ B HEJOCTaTOUYHOM BKJIIOYEHHH IPU3HAKOB
HEHPOKpaHMyMa B CYIIECTBYIOIIME (UIOTCHETHYECKHE aHaW3bl rpymnmbl (cMm. Tabmuma 2 u
OO6cyxaenue).

[IpuMmeHeHue mepeoBbIX METOAOB M3 apceHajla COBPEMEHHBIX aHATOMOB U IMaJICOHTOJIOTOB,
Takux Kak KomrmbioTepHas tomorpadus (KT) m TpexmepHoe MoaenupoBaHUE, MO3BOJISIET
JETaIbHO M3y4YaTh CJOKHbIE aHATOMUYECKHE CTPYKTYphl M CpaBHMBAThb HX Yy pPa3iIHYHBIX
COBPEMEHHBIX U HCKomaeMbix TakcoHoB (Witmer et al., 2008). Kpome Ttoro, mccrnemoBanue
WHAVBUAYAIbHOTO Pa3BUTHS COBPEMEHHBIX TAaKCOHOB TIO3BOJIIET  BBISIBIATH  Ba)KHBIC
HBOJIIOIIMOHHBIC TIpeoOpa3oBaHUsl B TMpelnenax KiIaabl, OTpaKallluecs B HIMOpUOreHes3e
(manpumep, Klembara, Welman, 2009).



[lenpt0 MaHHOTO WCCIEAOBAHUS SIBISETCA IOAPOOHOE ONMUCAHWE CTPOCHHUSI MO3TOBOM
KOPOOKM U COINYTCTBYIOIIMX MSTKHUX OpPraHOB (YepEmHO-MO3TOBBIX HEPBOB M COCY/IOB,
MHEBMATHYECKUX TOJIOCTEH) COBPEMEHHBIX KPOKOJUJIOB, @ TAaKXKE BBISBICHUE KIIHOYEBBIX
npeoOpa3oBaHUll B Pa3BUTUU H SBOJIOIMHN HEUPOKPaHUYyMa KPOKOAHIOMOPD.

JInst mOCTHKEHUS TAaHHOM 1eNIU ObUIM TTOCTaBJICHBI CIACAYIOIINE 3a/1a9HU:

e cjenath MOJPOOHBIE TPEXMEpPHBIE MOJIENN OTIACIBHBIX KOCTEH MO3roBOM KOpPOOKH
OCHOBHBIX mpexactaButeneir Crocodylia Ha OCHOBaHMM JaHHBIX KOMITBIOTEPHOM
TOMOTpaduu;

e ciaenath MOAPOOHOE MOP(HOIOTHYECKOE OMHCAaHUE JJIEMEHTOB MO3TOBOW KOPOOKH
Crocodylia Ha OCHOBaHWM HM3YYEHHOT'O CKEJETHOTO Marepuaja U KOMITBIOTEPHBIX
TPEXMEPHBIX MOJIEIIECH;

® U3y4YUTh MPOIECCHl MHAMBHUAYAIBHOTO Pa3BUTHS DJIEMEHTOB MO3TOBOW KOPOOKHU
coBpemeHHbIX Crocodylia Ha OCHOBaHHMM IOCTYITHBIX HMCTOYHUKOB (JIUTEPATYPHI,
nanubix KT);

® U3YYUTh CTPOEHHE MO3roBoii KopoOku mckomaeMeix Crocodylomorpha, comocraButh
3TH JaHHbIe ¢ uH(popMalmen 06 amOpuorenese coppemeHHbIx Crocodylia, U BBHIIBUTH
HBOJIIOIIMOHHBIE TPe0Opa3oBaHUs B CTPOCHUUM W PA3BUTHH MO3TOBOM KOPOOKH
KPOKOIMIOMOP.

2. MATEPHUAJIBI U METO/bI

2.1 CokpanieHust HHCTUTYTOB

DVZ M, wopdonoruyeckas KOIEKIUs Kadeapbl 300J0TMM TO3BOHOYHBIX, CaHKT-
IletepOyprckuit  rocynapctBeHHblli  yHuBepcuteT, Cankrt-IlerepOypr, Poccusi; ENS R,
EBponeiickuii nieHTp cuHXpoTpoHHBIX HccienoBanuil (ESRF) I'peno6ns, ®panuums; FMNH,
[Tonesoit my3eit ecrectBenHou ucrtopuu, Yukaro, Wmmunoiic, CIIA; LFAC, Eponeiickuii
HeHTp cuHXpoTpoHHbIX uccienoBanuii (ESRF) I'penobns, ®panmus; MB.R., Mysei
ecrectBo3Hanus, bepnun, ['epmanus; OUVC, komekiusi mo3BOHOUHBIX yHUBepcuteTra Oraifo,
Adwunpl, Oraiio, CIIA; PIN, ITaneonronormueckuii uHCTUTYT MM. A.A. bopucska PAH,
Mocksa, Poccus; RVC-JRH, komnekuust John R. Hutchinson, KoponeBckuii BerepuHapHbIii
komtemk, YHuBepcuter Jlonmona, Jlongon, BenukoOpurtanus; TMM, Texacckuit
MeMopHuallbHbId My3el, Texacckuit yHuBepcuter B Octune, Octun, Texac, CIIA; UF,
Onopunckuii yausepcurer, OIOpUACKUN My3€il ecTeCTBeHHOU uctopuu, ['einncsuin, dnopuna,
CIIA; ZIN, 3oonoruueckuii macruryr PAH, Cankr-IletepOypr, Poccus; ZMMU MSU R,
3ooJ0ru4ecKkuii My3eid MOCKOBCKOT'O rOCYyIapCTBEHHOTO YHUBepcuTeTa, MockBa, Poccus.

2.2 MartepuaJsbl

B xome wuccnenmoBaHusi OBLIO M3YyYEHO CTPOEHHWE MO3TOBOM KOpOOKHM 75 ocobei (cwm.
[Tpunoxenue 1). Bribopka Brirowaer Bce 9 coBpemeHHBIX poaoB (Alligator, Caiman,
Crocodylus, Gavialis, Mecistops, Melanosuchus, Osteolaemus, Paleosuchus n Tomistoma) n 18
BHJIOB, OXBaThIBasi OOJIBIIYIO 4YacTh pa3zHooOpa3us coBpeMeHHbIX Crocodylia (Puc. 1 um 2).
BonpmMHCTBO MCCaEN0BaHHBIX BUAOB MIPEICTABICHO KaK MUHUMYM 2 3k3emisgpamu (1o 20 ans
OTJICTHHBIX TAKCOHOB), YTO MO3BOJSIET CYAUTh O BHYTPUBHIOBOW M3MEHUHMBOCTH OMHUCHIBAEMBIX
npusHakoB. Alligator mississippiensis, Caiman crocodilus, Crocodylus niloticus, Osteolaemus
tetraspis m Paleosuchus palpebrosus mnpenctaBieHbl SMOPUOHAME, HOBOPOXICHHBIMU U
IOBEHWJILHBIMH OCOOSIMH, YTO TIO3BOJISIET OIICHMBATh OHTOTCHETHUYECKYI0 HM3MEHYHBOCTH
UCCIIETyeMbIX CTPYKTYp. B xome paGoThl He OBLIO MCMOJIB30BAHHO WM YOUTO B AKCIIEPHUMEHTE
HU OJTHOTO KUBOTO JKUBOTHOTO.



PUCYHOK 1 ®oropeanuctuunbie uzo0paxenuss 3D wmopneneil yepernoB KpOKOIUIIOB,
HCIIOJIb30BAaHHBIX B JIAaHHOM HCCJIEIOBAaHUM, BUI CBepXY. A, Alligator mississippiensis (DVZ M
4/13); B, Caiman yacare (ZMMU MSU R-6967); C, Crocodylus novaeguineae (DVZ M 9/13);
D, Gavialis gangeticus (ZIN 7249); E, Tomistoma schlegelii (ZMMU MSU R-13859); F,
Mecistops cataphractus (DVZ M 6/13). JIuneliku paBHSIIOTCSA 5 CM.

2.3 MeToanl

AHATOMHUSI MO3TOBOW KOPOOKM KpPOKOJMJIOB ObUIa M3y4Y€HA IMPH MOMOIIU JBYX OCHOBHBIX
METOJIOB:  CPaBHUTEIIBHO-aHATOMUYECKOTO  OCTEOJIOTMYECKOrO0  MCCIENOBaHUA LEIbIX U
pa3po3HeHHbIX uepenoB, a Takxke KT ckanupoBanus u 3D wmogenupoBanus. B xoze



UCCJIEIOBAHMS uYeperna HECKOIbKUX 0co0el, OTHOCAMMXCA K 9 COBpEeMEHHBIM BUIAM, ObLIU
OTCKaHUPOBAHBl HA METUIIMHCKOM KOMIIBIOTEpHOM ToMorpade uian Mukporomorpade (Puc. 1 u
Tabmuua 1). anusie KT u KT ¢ BbICOKMM pa3penieHueM ObUIM MOJyYeHBI B MEIULUHCKUX
nenrpax Cankt-IlerepOypra (tromorpad Toshiba Aquilon 64) u Mockssl (Tomorpad Philips
iCT). Mukporomorpaduss  (MukpoKT) ©Obuta mpoBeneHa B pPECypcCHOM  IIEHTpE
«PenTrenonudpakioHHbIe METObI UCCIICIOBAHUS» Cankr-IlerepOyprckoro
rOCYyJapCTBEHHOTO YHUBEPCHUTETa C HCIOJIb30BaHMEM Mukporomorpada Skyscan 1172.
[TapameTpsl ckaHupoBaHMsI 00pa310B MpeacTaBiIeHb! B Tabmuie 1.

OcranbHas vacth BbIOOpkH BkIoyaeT KT m mukpoKT panHble dYepernoB COBpEMEHHBIX
KPOKOJMJIOB, JIOCTYITHbIE OHJIAH WJIM 1O 3alpocy Ha CIEeIyIOIUX perno3uTtopusx: Digimorph
(http://digimorph.org/), OSF CrocBase (osf.io/6zamj), ESRF database (http://paleo.esrf.fr/),
Dryad (https://doi.org/10.5061/dryad.mt64k) u Morphosource (https://www.morphosource.org/)
(ITpunoxxerune 1). O maHHBIC OBLIM 3arpyXEHBI M HCCIE0BaHBl Ha nepcoHambHOM [1K wmm
UCCJIEIOBaHbl HEMOCPEJCTBEHHO Ha CalWTe pEHmo3UTOpPHS C MOMOIIBI0 HHCTPYMEHTOB,
IpeJylaraéMbIX Ha COOTBETCTBYIOLIEM CaliTe.

Hannbie KT ObtH IMIOpTHPOBAHBI B CHEIUATIBHYIO MPOTPaMMY Ui BU3yajdu3amuu Amira
6.3.0 (FEI-VSG Company) u OTCEIrMEHTHPOBAaHBl BPYYHYIO C IIOMOIIbIO HHCTPYMEHTOB
«Kuctby, «Jlaccon, n «Bommebnas mamouka». Bce uamepeHus mpoBOIMINCH HA TTOTYYEHHBIX B
xone cermeHTanuu 3D momemsix B mporpamme Amira 6.3.0. @otopeanuctuunsie 3D Moaenu
(Puc. 1) 6pun momydeHsl ¢ ucnonb3oBanueM nporpammbl Cinematic Rendering Syngo.via VB20
software (SIEMENS Healthineers). B xone manHOoro nccieoBaHusi He MPOBOAUIOCH BCKPBITUI
JKUBOTHBIX; BCE JAHHBIC O MSITKHX TKAHSIX W OopraHax ObUIM IMOJIyYEHbI MPU U3YyYEHHH JaHHBIX
KT u nutepaTypHbIX MCTOYHHUKOB. ACHEKTHl MHIUBUAYAJIBHOTO Pa3BUTHS KPOKOAMUIIOB OBLIH
U3y4eHbl C IOMOIIBIO aHAIW3a JHUTEPaTypHBIX HCTOYHMKOB W JaaHHBIX KT u mukpoKT
Pa3HOBO3PACTHBIX 0COOEH.

2.4 PujioreHeTHYECKHUE KOHUETIIIUN

Tepmunsr  «Crocodylia», «KpOKOAMIY/ «KPOKOAMIIB» W WX MPOU3BOJHBIE B KOHTEKCTE
JTAHHOTO MICCIICIOBAHUS OTHOCSTCS K KPOHOBOH TpyIIe, KOTOpasi BKIIOYAET MOCIETHET0 00IIeTo
npenka Gavialis gangeticus, Crocodylus niloticus n Alligator mississippiensis ¥ BCEX €ro
notoMkoB (Brochu, 1999, 2003) (Puc. 2). Pa3nooOpa3zue COBpEMEHHBIX KPOKOIMIOB
noapasaensercs Ha 3 ocHoBHbIe kimanbl: Alligatoridae, Crocodylidae m Gavialidae (Benton,
Clark, 1988; Brochu, 1999, 2003). PoxctBennsie oTHomieHus B mpeaenax Crocodylia Ha
CETONHSIIHUN JIGHb OCTAIOTCS TEMAaTHUKOM IMPOAOIDKUTEIBHBIX CIIOPOB, KIIIOYEBOE MECTO B
KOTOPBIX 3aHMMAET TOJIOKEHUE B CUCTeMe TaHrckoro raBwana Gavialis gangeticus (Puc. 2).
BoJbIIMHCTBO aHANMNM30B Ha OCHOBE MOPQOJOTHUYECKUX MPHU3HAKOB BBIBISIOT Gavialis m ero
ommkaiimux poacTBeHHHKOB (Gavialidae) B kadecTBe HamOoJee Oa3aqbHON KIIaJbl B Mpeenax
Crocodylia, umeromield gambHEEe POJCTBO K OCTAIBHBIM COBPEMEHHBIM KPOKOIWIAM (KiIaja
Brevirostres) (Norell, 1989; Tarsitano et al., 1989; Brochu, 1997, 1999, 2003; Brochu, Storrs,
2012; Narvéaez et al.,, 2015). B To e Bpems, MOJIEKyJspHble (DUIOTCHETUUYECKHUE aHATU3bI
CTaOUITBLHO BBISBISIOT KJIaAy U3 JIBYX JUIMHHOPBUIBIX COBPEMEHHBIX KPOKOJUIOB — TaHTCKOTO
rapuana G. gangeticus M JIO)KHOTO WHAOHE3UicKoro raBuana Tomistoma schlegelii (Densmore,
1983; Gatesy et al., 2003; Janke et al., 2005; Oaks, 2011). B pamkax stoii runore3sl Gavialis,
Tomistoma w TpagunuoHHsle npenacraButenu Crocodylidae (poma Crocodylus, Osteolaemus,
Mecistops) ¢opmupytor enunyio kimany (Longirostres), a mnpeacraButenu Alligatoridae
SIBIISTFOTCSI HanOonee 6a3zanpHbIMU B cucteMe (Harshman et al., 2003) (Puc. 2). Hepa3pemennoe
dunorenernyeckoe monoxenue Gavialis BAUSET HA TMOHUMAHUE 3BOJIOIUH, UBEPTCHIINU,
MIPOMCXOKICHHMS, a TaKXKe cucTeMaTuku U TakcoHomun Crocodylia (Brochu, 1997, 1999, 2003).
HenaBHo cxomHas rumote3a (C BBIABICHHEM Kianel Longirostres) Obuta mojaepskaHa



TEOMETPUUYECKHUM MOP(POMETPUUECKUM aHATHU30M MO3TOBOM KopoOku kpokoauios (Gold et al.,
2014), baiiecoBckuM aHanu3oM c¢ gatupoBanuem TakcoHoB (Lee, Yates, 2018) wu
MAapCUMOHUYECKUM aHAIM30M MOPQOIOTHYECKUX aHHBIX C MPUMEHEHHEM OTPaHUYHBAIOIINX
napamerpoB (lijima, Kobayashi, 2019). Tem He MeHee, 10 mosiBieHUs Ooyiee yOETUTEITHHO
JIOKa3aHHOM KOHCEHCYCHOW T'HIIOTe3bl POJCTBEHHBIX CBsi3el B mpenenax Crocodylia, B qaHHOM
pabote wucmonb3yercss Ooyiee TpaAWIMOHHBIE B JaHHOW o0O0MacTé  (PUIOTEHETHYECKHE
omnpenenenuss TepMuHOB «Gavialidaey/«raBuanune», «Crocodylidaey/«kpokoaunuas» U
«Alligatoridaey/«amnuratopunsl», mnpeanoxennsie K. bpomry (Brochu, 1999, 2003) Ha
OCHOBaHUHU MOP(HOJIOTHUECKUX TaHHBIX.

B nmamnom  wuccaemoBanumu  Crocodylomorpha  paccmaTpuBaeTcss B KauecTBe
MOHO(UIIETHYECKOTO TaKCOHA, BKIIFOUACIIETO COBPEMEHHBIX KPOKOJMJIOB U BCE TAKCOHHI OoJee
POACTBEHHBIC MM, HEXKEITH APYTUM TPYIIIaM IICeBI03yXHeBbIX apxo3aBpos (Nesbitt, 2011; Leardi
et al., 2017). bazanpabie (non-crocodyliform) kpokoauinoMopdsl SBISIOTCS MapaduiIeTHIeCKOn
TpymnImon B oTiMuuMu OT MoHoduietudeckoro takcoHa Crocodyliformes (Clark et al., 2004;
Nesbitt, 2011; Leardi et al., 2017, 2020). Cpeau kpoxoamiomopd tanarrozyxuu (Thalattosuchia)
UMEIOT HepaspellleHHOe (UIOreHETUYECKOe IOJI0KEHUE U, B 3aBHCHUMOCTH OT PEe3YJIbTaTOB
aHaJM3a, pacCMaTPUBAIOTCS KakK Oa3alibHbIE KPOKOIUIOMOP(dBI, Oa3abHbIE KPOKOAUIU(OPMBI,
WM KaK MPOJBUHYTHIC Kpokonuinudopmel B mpenenax kinaapl Neosuchia (Benton, Clark, 1988;
Wilberg, 2015; Herrera et al.,, 2018; Leardi et al., 2020). B manHOM wucciaenoBaHUHU S
NpUACPKUBAIOCh B3MISIOB M3 paborel Wilberg (2015) m cumrTaro TanaTTO3yXul TpyIIoOn
OTHOCHUTEJIBHO 0a3ajbHBIX KPOKOIMIOMOPd, JIeKaux 3a npenenamu kiaasl Crocodyliformes.

5

Alligator mississippiensis

Crocodylus novaeguinea

Tomistoma shlegelii

Gavialis gangeticus

PUCYHOK 2 KoHuenuuu poOJCTBEHHBIX CBA3€d COBPEMEHHBIX KpOKOAMJIOB. KitoueBbie
TaKCOHBI, MHCIIOJIL30BAHHBIE B JIaHHOM HCCIIEOBaHHUM, WIIIOCTPUPYIOT JIBE OCHOBHBIX
(GUIOTeHeTUYECKNX THUIOTE3bl (JieBass — TpaaAWIMOHHAas MopdoJoruueckas, TmpaBas —
MOJICKYJIIpHAsi); MO3roBasi KopoOka moka3zaHa ¢uoyseToBbIM 1BeToM. a, Crocodylia; b,
Brevirostres; ¢, Alligatoridae; d, Crocodylidae; e, Gavialidae; f, Longirostres. Uepemna He B
maciiraoe.



2.5 Tepmunosorus

B pamkax paHHOTO WHCCIEAOBaHHUS MHOW OblIla TMPOBENEHA PEBU3HMS HOMEHKIATYPHI U
TEPMUHOJIOTHM KOCTEH MO3TOBOM KOPOOKH KpPOKOIWJIOMOP( U IMpeliokeHa OOHOBIIEHHAS
cucTeMa Ha3BaHUM JUId pa3nuuHbIX cTpykTyp (Tabnuua 2). KoneuHoil menpio Moero nojaxoja K
BBIOOPY TEPMHHOB OBIJIO CO3/1aHHME AaHATOMUYECKOH HOMEHKJIATyphl MO3TOBOM KOpPOOKH
KPOKOAMIIOB, KoTopast (1) Oyzner 4eTkoi u yHH(UIIMPOBAHHON IO MHOKECTBY OMYOJIMKOBaHHBIX
UCTOYHUKOB, (2) Oyaer MOAYEpKHUBATH T'OMOJIOTHYHOCTh CTPYKTYp U CIIOCOOCTBOBATH
MOpP(OJOTHUECKOMY CPaBHEHHIO TakCOHOB Kak B mpenenax Crocodylomorpha, tak u cpeau
Archosauriformes, u B neinom B mpenenax Diapsida, u (3) Oymer coBpeMeHHOU U He Oyner
BKJIIOYATh TOMNYJSIpHBIE HCTOPUYECKHE TEPMHHBI, KOTOpPbIE MOJPa3yMEBAIOT JIOXKHYIO
roMmoJioruio. B pamkax paGoTbl s NPHUAEPKUBAICA CTPOTO (PUIOrEHETHYECKOro IMOAXO0Ja K
TEPMHUHY «TOMOJIOTHS», MPU KOTOPOM TOMOJIOTUYHBIMU CTPYKTYpaMH Yy pa3HBIX TaKCOHOB
CUMTAIOTCS T€, UTO YHACJIEJOBAHbBI OT UX MOCJIETHETO OOIIEro MpeKa.

Ocreosioruveckasi TEPMUHOJIOTHSI COOTBETCTBYeT TakoBoil u3 padot lordansky (1973), Clark
(1986), Walker (1990), Brochu (1999) u Holliday, Witmer (2009). Kpome Toro, 1 HEKOTOPBIX
CTPYKTYp OBbUIM TIpemioKeHbl HOBBbIe HaszBaHus (Tabmuma 2). B pabore wucmoab30BaHbI
TpaJuLIMOHHbIE «PomepoBckue» TEPMUHBL, o0o3HayvaroIue HaIpaBJIECHUS
(“mepemuuii”/““anterior”, “3amHuii’”/“‘posterior”, “nopcanbHblii”’/“dorsal”,
“BeHTpaibHBIN ’/“ventral”), a He ux BerepuHapHble aHajoru (“rostral”, ‘“caudal”, “superior”,
“inferior”). OTHaKO HEKOTOPBIE TEPMHUHBI B3SATHI U3 MPEIBIAYIIMX padOT B UX MEPBOHAYAILHON
dbopwme (anterior superior u inferior processes mepeaHEYITHON KOCTH).

B pabore uWCMOIB3YyIOTCS BO3pAacTHBIE KaTeropuu (HOBOPOXKIACHHBIA, FOBEHHWJIBHBIN,
B3pPOCIIbII), KOTOpbIE YINOOHBI I Iiesield omucaHus. B paMkax JaHHOTO WCCIEIOBaHUS
KaTeropusi «HOBOPOXKJACHHBIN» COOTBETCTBYET OCOOSM IOCIIE BBUTYIJICHHS M /10 HECKOJBKUX
NEepPBbIX MecAleB XU3HHU. KaTeropusi «1OBEHWIbHBII» OTHOCHTCA K OCOOSM BO3PAacTOM OT
HECKOJIbKUX MecsleB 10 1-2 ner. [IpumepHO B 3TO BpeMs B deperne KPOKOAMIIOB MPOUCKOIST
3HAYUTEJIbHBIC MEPECTPONKH (KpaHHanbHbIM MeTamMopo3 mo Tarsitano, 1985), B xome KOTOPBIX
OH IpUOOpeTaeT CTPOCHHE, XapaKTEPHOE JIJIsl B3POCIBIX 0COOECH.

Haubosee ci10xHOM W 3ayTaHHOM SBJISETCS HOMEHKJIATypa NMapaTUMIIAHUYECKOH CHCTEMBI
nHeBMaTuuecknx monocreid (Tabmmma 2). B menom mpemoxkeHHas MHOW B JaHHOM
WCCJICTOBAaHUH TEPMUHOJIOTHS CXOJIHA ¢ TakoBO# u3 pador Owen (1850), Miiller (1967), Walker
(1990) u Dufeau, Witmer (2015). B paboTe He UCHONB3YIOTCS TEPMUHBI, 3aMCTBOBAHHEIC B
XIX m XX Bekax aHaTOMaMH Y TAJICOHTOJIOTaMU M3 HOMEHKJIATYyphl MiIeKomuTaronmx (mastoid
antrum, OBctaxueBbl TpyObl/Eustachian canal) m mrum (anterior, posterior, dorsal/superior
recesses). HegaBHue rccneqoBaHus MOKa3bIBAIOT, YTO CPEIHEE YXO MIIEKOMUTAIONINX U TUATICHU]T
obpasoBasiocs HezaBucuMo B xoje sBomoruu (Thompson, Tucker, 2013; Kitazawa et al., 2015;
Tucker, 2017). Kpome Toro, mocineaHuii oOIIHil MPEIOK NTHI] U KPOKOJIUIOB HE UMEJ CHUCTEMBbI
CIIOKHBIX ITHEBMAaTHUYECKHX IIOJIOCTEM B MO3rOBOMl KOpOOKE, 4YTO CBUACTEIBCTBYET O
HETOMOJIOTUYHOCTH ITHX IMOJOCTEH Y COBPEMEHHBIX MpEICTaBUTENEH dTUX ABYX BeTBell (Gower,
Weber, 1998; Gower, 2002; Nesbitt, 2011; Sobral et al., 2016).



3. OB30P JIMTEPATYPHBI

JlaHHOE WuCClIeZIOBaHHE OCHOBAaHO HE TOJILKO Ha JIMYHOM ONBITE aBTOpa B HM3YYCHUU
MO3TOBOTO OT/Ieia Yeperna COBPEMEHHBIX KPOKOMIOB U UCKOMMAEMbIX KPOKOIMIOMOp(®, HO U BO
MHOTOM Ha OTPOMHOM KOJIMYECTBE JHTEpaTyphl 1O JaHHOM TeMe, HAKOIUICHHOH 3a Tpu
MOCIIEAHUX CTOJIETUs. B Hacrosmiem pasjnene TPHBOJUTCS KpaTKUKW 0030p HMCTOYHUKOB,
MCTIOJIb30BAHHBIX TIPU HATUCAHUH PAOOTHI.

HccnenoBanusi uepena KpOKOAUIIOB OEpyT MCTOKM B paboTax KIACCHYECKUX AHATOMOB U
naneoHTonoroB XIX u mepsoii nmonoBuHbl XX cronerus. XK. Kiosse (Cuvier, 1824) u P. Oysn
(Owen, 1850) ObUIM OAHMMH W3 TEPBBIX HCCIENOBAaTENCH, KOTOPHIE OMHCATH HEKOTOpHIE
ACTMEeKThl CTPOEHUSI MO3TOBOM KOPOOKHM COBpPEMEHHBIX KpokomamioB. Ocreonorus dYepemna
KpOKONWJIOB Obuta Ooliee JETanbHO OINKCaHA W MPOUWJUIIOCTPUPOBAHA B IMOCIEIYIOIIMX
nyonukarmusax (Brithl, 1862; Miall, 1878; Kailin, 1933, 1955). OxgHoit U3 Ki1r04eBBIX padOT MO
nanHoi Tematuke ocrtaercs Monorpaduss H.H. Hopmanckoro (Iordansky, 1973), kortopsrii
CYMMHpPOBAJI pe3yNbTaThl MPEAIIECTBYIOUINX HCCIEA0BaTeNe M BIEpPBbIE JIETAIBHO OMHCal
CTpPOEHHE 4Yepera pa3InYHbIX COBPEMEHHBIX KpOKOAWIOB. OrpomMHBIA BKJAJ B H3Y4YCHHE
HEHPOAHATOMHUHM COBPEMEHHBIX M HMCKOMAeMbIX Kpokoawiomopd BHeciau paboTel A. Bomkepa
(Walker, 1972, 1990). 3navyenue >Tux pabOT CIOKHO NMEPEOLICHUTh — HA CETOTHSAIIHUN JI€Hb
moHorpadus Boakepa 1990 roma, moOcBsIIeHHas CTPOSHUIO CKeJieTa HMCKOIaeMOTo
KpokogmioMopda Sphenosuchus acutus w3 rxHOaQpUKaHCKOW QGopManuu DJUTMOT W €ro
CPaBHEHMIO C pA3IUYHBIMU JMANCUIAMH, SBISETCS CaMbIM JI€TAIbHBIM  OINHCaHUEM
HEeHPOKpaHUAIBHOW aHATOMHUH Kpokoawiomopd. Moe uccineqoBaHue BO MHOTOM OCHOBAaHO W
BJIOXHOBJICHO pabotamu A. Bonkepa. Takum 006pa3om, ocTeonorndeckass HOMEHKIIaTypa KOcTen
MO3TOBOI KOpPOOKHU B TaHHOH pabote ocHoBana Ha Miall (1878), Kélin (1933), Iordansky (1973)
u Walker (1990) (Tabmuna 2).

CrnemyonmM BaKHBIM 3TallOM B TOHMMAaHWUU CTPOCHHSI U IBOJIIOIHMHA MO3TOBON KOPOOKHU
COBPEMEHHBIX M HMCKOMaeMbIX Kpokoauiomop¢ sBistorcs padotsl k. Kmapka (Clark, 1986,
1994; Benton, Clark, 1988; Clark et al., 2004), M. Hopemna (Norell, 1989) u K. Bpomry (Brochu,
1999, 2003, 2004; Brochu, Storrs, 2012). DT uccnegoBareiay BIepBbie BKIIOUNIN KOHKPETHBIE
NPU3HAKHU CTPOSHHSI MO3TOBOM KOPOOKH KPOKOIMIOMOP( B CBOM (DMIIOT€HETHUECKUE aHATIHU3bI U
JETATM3UPOBAIA MHOTHE TIPE/IIIECTBYIONINE TOCTPOSHHUS.

CoBpeMeHHOE MHOT000pa3ne MCTOYHHKOB IO TEME OCHOBAaHO HAa NMPUMEHEHHUU MEPEIOBBIX
METOJIOB — KOMITBIOTEpHOW ToMorpadud M TPEXMEpPHOro MmojenupoBanus. [luonepamu u
JauaepaMu B JaHHOM HaIlpaBiIeHUU sBisAIOTCS JI. Butmep M COTpYIHMKM M BBITYCKHUKH €O
nabopatopun (Witmer Lab, YumBepcurer Oraiio, CIIA) (Witmer et al., 2008; Holliday,
Witmer, 2007, 2008, 2009; Dufeau, Witmer, 2015; Porter et al., 2016; Lessner, Holliday, 2020).
JlaHHBIM KOJJIEKTUBOM aBTOPOB OBLIM clieiaHbl (hyHIaMEHTalIbHbIE UCCIIEOBAHMS TI0 CTPOSHUIO
yeperna M MSTKMX TKaHEH COBPEMEHHBIX KPOKOAMIIOB, BKJIIOYasl acleKThl HeMpoaHaTOMUH,
YEJIIOCTHBIX MBIIIL, HEPBOB U COCYIOB TOJIOBBI.

AHaToMHsI BUCOYHOTJIA3HUYHOTO OTJ/eja 4yepera, BUCOYHOU SIMbl U aJTyKTOPHOM MOJIOCTH,
BHCOYHBIX M KEBATEJIbHBIX MBILII] U COMYTCTBYIOIUX HEHPOBACKYISAPHBIX 3JIEMEHTOB JAETaIbHO
onmucana B padorax K. Xommuaest u coaropos (Holliday, Witmer, 2007, 2008, 2009; Holliday et
al., 2020; Lessner, Holliday, 2020). HomeHnki1aTypa BUCOUYHOM M JK€BATCIIBHOW MYCKYIATyphl, a
TaK)kKe BUCOYHOTITIA3HUYHOTO OTJe]a ueperna, B JaHHOM uccienoBanuu naercs mo Holliday,
Witmer (2009) (Tabnuma 2). Kpome 3Tux Hambosiee COBPEMEHHBIX pa0OT, CTOUT BBIACIUThH U
pSAI KJIACCHYECKUX MYyOIMKAlUil MO0 TeMe >KeBaTeIbHOW MYCKyNaTyphl KPOKOJIWJIIOB U €€
ocreonornueckux kKoppemst (lordansky, 1964; Schumacher, 1973; Busbey, 1989). O630p
TJIa3HUYHBIX MBI pentuinid 6pu1 caenad I'. AnpepBynom (Underwood, 1970). Anaromus u
HOMEHKJIaTypa IMIeWHBIX MBI B3sThl U3 Snively, Russell, (2007) u Tsuihiji (2010).



HeiipoBackymnsipHasi CeTh T'OJIOBbI apX03aBPOB — CIIOXKHAsl CTPYKTYpa, KOTOPOW MOCBSIIEHBI
MHOTOUYHMCJICHHBIE HCceaoBaHus. [Ipu HamwcaHuu AaHHON paboThI s omupalics Kak Ha Oolee
KJIACCHYECKHE TI0 METOJOJIOTHH MyOJMKAIlMM aHaTOMOB M AMOpuonoroB XX um Hawama XXI
BekoB (Shiino, 1914; Bellairs, Shute, 1953; Miiller, 1967; lordansky, 1973; Bellairs, Kamal,
1981; Walker, 1990; Klembara, 1993, 2005; Sedlmayr, 2002), Tak u Ha COBpPEMEHHBIEC,
OCHOBaHHbIE Ha METOJaX KOHTPACTUPOBAHUS MSTKMX TKaHedl s mpoeaeHus KT wu
nocleayromei TpexmepHoi Busyanu3anuu HepBoB (Lessner, Holliday, 2020) u cocynos (Porter,
Witmer, 2015; Porter et al., 2016, 2017).

DHJIOKpaHUATbHAS AHATOMHS COBPEMEHHBIX KPOKOJHMIIOB M HCKOMAEMBIX KPOKOAMIOMOPQ
aKTUBHO W3ydYaeTcs C wucnoib3oBaHueM naTekcHbix (Hopson, 1979; Walker, 1990) wu
KOMIIBIOTEPHBIX JHJIOKACTOB YepemHO-M03roBoil monoctu (Witmer et al., 2008; Jirak, Janacek,
2017; Beyrand et al., 2019; Serrano-Martinez et al., 2019), a Taxxe ¢ MOMOIIBIO COBPEMEHHBIX
metonoB KT ¢ koHTpacTupoBannem msarkux Tkanei (Watanabe et al., 2019; Lessner, Holliday,
2020). AHaTOMHUS MO3Ta M 9HJIOKACTa YEPETTHO-MO3TOBOM MOJIOCTH JOCTATOYHO XOPOIIIO U3ydeHa
y KpOKOAWJIOB M HE OMNHUChIBaeTCs B JaHHOM pabore. Toiabko OTAENbHbIE OCOOEHHOCTHU
SHJIOKpaHUAJIBLHOM MOJOCTH YKa3aHbI B I1aBe 4.2.

CTpoeHHI0 BHYTPEHHETO yXa M CIIYXOBOM KarCyjdbl KPOKOIWJIOB W PENTWINNA B OOIIEM
MOCBSIIEHbl MHOTOYMCIIEHHBIE MpOaHAIU3UPOBaHHBIE Pa0OTHl. YacTh M3 HUX OCHOBAaHA Ha
KJIACCHYECKMX aHATOMUYECKHUX M sMOpumosiormueckux meromax (Hasse, 1873; Retzius, 1884;
Baird, 1960, 1970; Wever, 1978), wacts — Ha KT ckaHupoBaHMM W CETMEHTAIlUH IOJOCTH
BHyTpeHHero yxa (Witmer et al.,, 2008). AmnatomMuss ¥ HOMEHKJAaTypa »dHAO- U
nepuMQpaTHYECKOro JTAOMPUHTOB B JNaHHOW pabore maercs mo Baird (1960, 1970) u Wever
(1978), a ocreonornueckue TEPMHUHBI JUI OMUCAHUS CTPOCHMS YIIHOM KamcCyibl OCHOBaHBI Ha
Walker (1990) u Gower, Weber (1998) (Tabmuma 2). TepMUHOIOTHS OKOJOYIIHOW 001acTh
COOTBETCTBYET TakoBoM u3 padot Baird (1960), Rieppel (1985) u Walker (1990) (Tabnuua 2).

[Maparummanuyeckas MHEBMATHU3AIMS Yeperna KPOKOIUIOB MPEACTABISET U3 CeOS CIIOKHYIO
CUCTEMY BO3JYXOHOCHBIX TOJIOCTEH, MPOHU3BIBAIOIINX MPAKTHYECKH BCE KOCTH MO3TOBOM
kopoOku. HomeHkatypa 3Toi cuctembl Haubosee cinokHa u 3amyrana (Tabmuna 2). Briepssie
napaTuMIIaHu9decKasi THeBMATH3AIUsl KPOKOIWIOB Obuta feTansHo onucaHa P. Oyanom (Owen,
1850). BrocnenctBum psijy aBTPOB JOTOJHWIM M 3HAYUTEIBHO PACIIMPWIM 3HAHHUS 00 3THX
MTHEBMATUYECKHUX IOJOCTSIX, OCHOBBIBAsICh HA aHATOMUPOBAHMH M Auccekiuu depenos (Hasse,
1873; Miall, 1878; Tarsitano, 1985; Walker, 1990), uzyuenuu natexcuwix (Colbert, 1946) u
KOMITBIOTEPHBIX 3HJI0KacTOB mosioctelt (Dufeau, 2011; Dufeau, Witmer, 2015) u uccnenoBanuu
sMOproHoB kpokoamioB (Miiller, 1967). HomeHnknaTypa mHEBMaTHYECKUX TOJOCTEH B JaHHOU
paboTe TpeacTaBIsSIeT W3MEHEHHBIM W pacIIMpPeHHBIM BapuaHT TepMuHOjJoruu w3 Dufeau,
Witmer (2015), c¢ nomomunenusmu u3 Walker (1990) (Tabmuma 2). JlanHBIA BapwadT
HOMEHKJIATYpbl OCHOBaH Ha (MIOT€HETUYECKUX MPUHIIUIIAX TOMOJIOTHH CTPYKTYP U HCKIIOYAeT
HCIIOJIb30BaHUE KJIACCUYECKOM TEPMHHOJIOTHH, CIOXKHUBIIEHCS eme B XIX Beke M aKTHUBHO
HCIoNb30BaBIIelics maneonTosoramu B koHme XX u Havane XXI BexkoB (Clark, 1986, 1994;
Benton, Clark, 1988; Walker, 1990; Leardi et al., 2020) (cm. 2.5 Tepmunonorus).

MHorouncieHHble HCCIeA0BaHNs WHIUBUAYAIbHOIO Pa3BUTUS depena KPOKOIUIOB ObLIN
onybonukoBanbl HaumHass ¢ XIX Beka. Parker (1883) mam mepBoe omucaHue CTPYKTYpPHI U
pasButusa uepena A. mississippiensis m 1nByX BuUmoB Crocodylus. Miiller (1967) wuzyumna
paszButue uepena M. cataphractus W caenana BaKHbIC HAONIOACHHS O PAa3BUTHUU U CTPOCHHUH
napaHa3ajbHOM W MAapaTUMIIAHMYECKOW MHEBMATUUYECKUX cHCTeM. XOoHJpokpaHuym C. porosus
ObL1 omucaH B pabdorax Shiino (1914) u Kesteven (1957). Bellairs u Kamal (1981) cnenanu
0030p TMPEAIIEeCTBYIOMINX WCCICIOBAHUA U CYMMHPOBAIIM KIIOYEBBIE YEePThl CTPOCHUS
XOHJPOKpaHUYyMa KPOKOIWIOB. Pa3BuTHE W TMOPSIOK OKOCTEHEHHS JJIEMEHTOB uepera A.



mississippiensis ObuUTH TpoaHanu3upoBaHbl B MoHorpaduu Rieppel (1993) u mo3gHee kpaiine
netanbHO — B padorax Klembara (1991, 1993, 2001, 2004, 2005). HegaBHO pa3BuTHE XOHAPO- U
OcTeoKpaHMyMa ObIJIO OMMCAHO I HECKOJbKUX npeactaButeneit Caimaninae — C. latirostris, C.
yvacare u M. niger (Lima et al., 2011; Fernandez Blanco, 2019; Viera et al., 2019). Baxuslit
BKJIaJ] B TIOHMMaHWE OHTOTCHETHYECKUX HW3MEHEHHH B MO3TOBOH KOpPOOKE KPOKOIUIIOB,
MPOUCXOSIINX TOCNe BBUTYIUICHHsI, BHecna padora Tarsitano (1985), B koTopoil ObLT ommcaH
MPOIIECC BEPTUKAITHM3ALUN JIEMEHTOB O0a3uKkpaHuyma (= KpaHuaabHbIH MeTamop(do3).

4. PE3YJIbTATBI

4.1 Mo3roBasi KOpooKa cCOBpeMeHHbIX KPOKOIAWJIOB: 0011I1e TaHHbIE

Mo3sroBass kKopoOka KpOKOAMJIOB — CJOXHasi CTPYKTypa, KOTOpas BKIIIOYAET DSJIEMEHTHI
Pa3IMIHOTO YMOPHOHATBHOTO MPOUCXOXKACHUS. HelpokpaHuyM (= SHIOKpaHWYM) COCTOHT U3
HECKOJIbKUX MPEUMYIIECTBEHHO OJHJIOXOHAPAIbHBIX OKOCTEeHEHHH. OOOHATENbHBIA OTIEIN
HEHpOKpaHMyMa y COBPEMEHHBIX KpOKOJIWJIOB HE OKOCTEHEBAaeT Ha NPOTSIKEHHH BCETrO
OHTOTEHE3a W TPENCTaBIIEH XPSIMIBBIM >kemo0oM (planum supraseptale), mexammm TOBEpX
MEXTIJIa3HUYHOM meperopoaku (interorbital septum) (lordansky, 1973; Ali et al., 2008).
HeGonpmie oTaenpHble OKOCTEHEHHsSI B MEXKITIA3HUYHOW IEperopojke ObUTM OMHCaHBl Y
oTaenbHbIX dK3eMIusipoB (Bellairs, Kamal, 1981). I'na3HnYHOBUCOYHBII 0TJeN HEHPOKpaHUyMa
NpPEJCTaBICH TMapHBIMU OOKOBBIMH KIMHOBUAHBIMH KocTsimMu  (laterosphenoideum). Tpu
OKOCTEHEHHUs O00pa3yloT CIyXOBYIO KallCydy: TMapHble IepeaHeyIIHble (prooticum) u
YITHO3aThUIOYHBIE KOCTH (otoccipitale) n HemapHas BepxHe3aTbUIOUHAs KOCTh (supraoccipitale).
Henapuple  ocHoBHast  3arbulouHas  KocTh  (basioccipitale) wu — mapabasucdenonn
(parabasisphenoideum, = cpocratomuecst B smOpuorenese napacenous (parasphenoideum) u
OCHOBHas KIMHOBUAHAA KocTH (basisphenoideum)) oOpa3yroT AHO HEHpOKpaHUKIMA.

Heckonbko nepMallbHBIX OKOCTEHEHMM KOHTAaKTUPYIOT C DJEMEHTaMH HEHpOKpaHUyMa U
00pa3yroT 9acTu MO3TOBOM KOpOoOKu: cpocmuecs: noOHbie (frontale), Temennsie (parietale) u
KpbutoBHIHBIE (pterygoideum) xocTu. OTnenbHOE IepMalbHOE OKOCTEHEHHE B KPBIIIEC Yepera
(3agHeTeMeHHas KOCTh (postparietale)) WHOTIA YIIOMHUHAIOCh B MPEIBIAYIIUX HCCIICTOBAHUIX
(Mook, 1921; Iordansky, 1973). OcHoBBIBasiCh Ha COBPEMEHHBIX JTaHHBIX, 33ITHETEMEHHAsI KOCTh
MPUCYTCTBYET JIMIIb HA MO3JHUX CTAAUSIX SMOPHOHATIBHOIO Pa3BUTHS KPOKOAMUIIOB, a HEMapHOE
OKOCTEHEHHE B KpBbIIIE HEKOTOPBIX B3POCIBIX OSK3EMIUISIPOB SBISETCS MPOU3BOAHBIM
MEePUXOHIPATBHO OKOCTEHEBAIOIICH TpaOeKyIIpHOM YacTh BepxHe3aTbuiouHOM KocTH (Rieppel,
1993; Klembara, 2001).

[TpousBogHble  HEOHOKBAAPATHOIO  XpAllla  MPEACTABISAIOT  IMOABECKY  YeNIOCTU
(CTUTaHXHOKpAaHWYM) W HWHTETPUPOBAHBI B OOKOBYIO CTEHKY MO3TOBOH KOPOOKH KPOKOIHMIIOB
(Klembara, 2004). KsagpatHas xocTh (quadratum) sBIsS€TCS OCHOBHBIM ITPOW3BOHBIM
HEOHOKBAIPaTHOTO Xpslla y KPOKOJAWJIOB, 3TO KOMIUIEKCHOE OKOCTEHEHHE HMEEeT IIOBHbBIE
KOHTAKTbl C MPAKTUYECKHM BCEMH BBILICTIEPEUUCICHHBIMU KOCTSAMH. JIump HeOombInas yacTb
HeOHOKBaapaTHOro xpsima (columella prootica; Klembara, 2004) cpacraercs ¢ dacTsaMu
pa3BuBaloOlIerocss XOoHApoKpaHuyMma (pila antotica u taenia marginalis) ¥ B KOHEYHOM HTOTE
OKOCTEHEBACT B BHJIC YacTH O0KOBOM KirHOBUAHON KocTH (Klembara, 2004).

Takum o0pa3om, MO3roBas KOpoOKa KpOKOAWJIOB oOpa3oBaHa 10 Tumamu >JI€MEHTOB U B
oOmelt cinoxHOCTH 15 KOCTsIMM: HemapHble mapada3sucpeHon 1, OCHOBHAs 3aThUIOYHAS,
BEpXHE3aThUIOYHAs, JIOOHAs, TEMEHHas KOCTH M TAapHble OOKOBbIE KJIMHOBHUJIHBIC,
NepeHeYIIHbIC, YITHO3aThUIOUHbIE, KPBUIOBUAHBIE U KBaapaTHbIe kocTH (Puc. 3-23). CtpykTypa
YacTH 3THUX KOCTEH JOCTaTOYHO MoHO onucana B nutepatype (lordansky, 1973; Brochu, 1999),
U JIUIIb OT/JeNIbHBIE KOMMEHTAapuH OyIyT IaHbl B 3TOH paboTe.



PUCYHOK 3 bokoBas MOBEpPXHOCTh MO3TOBOH KOPOOKH KPOKOJMJIOB, JIEBBIM JaTepalbHBIN
BUJI. A, BCTaBKa, MOKa3bIBaromias obaacts uHTepeca n3 B-H. KpblmoBugHbIe KOCTH HEKOTOPBIX
00pa3IoB HEMOJIHBIE WU OTCYTCTBYIOT. A, B, Gavialis gangeticus (ZIN 7249); C, Alligator
mississippiensis (DVZ M 4/13); D, Mecistops cataphractus (DVZ M 6/13); E, Osteolaemus
tetraspis (DVZ M 7/13); F, Crocodylus novaeguineae (DVZ M 9/13); G, Tomistoma schlegelii
(ZMMU MSU R-13859); H, Caiman yacare (ZMMU MSU R-6967). Bo, basioccipital; CN I —
CN V, cranial nerve foramina; 2290 CN III + a/vOrb, common foramen for oculomotor nerve
and orbital artery and vein; CQP, 2291 cranioquadrate passage; EAM, external auditory meatus;
Ls, laterosphenoid; Oto, otoccipital; P, 2292 parietal; Pbs, parabasisphenoid; PQF, postquadrate
foramen; Pro, prootic; Pt, pterygoid; Q, 2293 quadrate; TFos, temporal fossa. Jluneiiku
paBHsIOTCA 1 CM.




4.2 OcHOBHBIE YePThI CTPOCHHS MO3T0BOIl KOPOOKH COBPEMEHHBIX KPOKOIHJIOB

Mo3roBasi KOpoOKa COBPEMEHHBIX KPOKOAMJIOB CHJIBHO MOAW(UIIMPOBAHA W OTIMYACTCA OT
TakoBOH y OoNbIIMHCTBA [uancuja. bokoBasi cTeHKa MO3roBOi KOPOOKM TpeICTaBICHA
IJIA3HUYHOBUCOYHBIM OTIeNoM Helpokpanuyma (laterosphenoideum) u MenuanbHOM CTEHKOM
BUCOYHON siMbl (temporal fossa) u momoctu ammyktopoB (adductor chamber) (Puc. 3).
HanxpeumoBunnas kocth  (epipterygoideum) oOTCyTCTBYeT B TJIa3HHYHOBHCOYHOM OT/EJE
kpokoauioB (Holliday, Witmer, 2009). KBanpatnas kocTs GpopMupyeT OOJBIIYIO YacTh CTEHKU
BUCOYHOH SIMBI U SIBJISICTCS OCHOBHBIM MECTOM JUJIsl IPUKPEIUICHUST MBIIIL-aITyKTOPOB HUKHEH
yemoctu (lordansky, 1964, 1973; Schumacher, 1973; Busbey, 1989; Holliday, Witmer, 2007;
Lessner, Holliday, 2020). MHTerpamus KOMIIOHEHTOB CIUIAaHXHOKpaHUyMa (KBaJpaTHOW KOCTH) B
OOKOBYIO CTEHKY MO3rOBOM KOpoOkM siBisiercst xapakrepHoil deptoit Crocodylia (Iordansky,
1973; Langston, 1973). KBaapaTHast KOCTh TPOYHO 3aKpEIICeHa B Yeperne KPOKOIUIOB IIIOBHBIMU
KOHTaKTaMH ¢ OOJILITUHCTBOM KOCTEH MO3TOBON KOPOOKH, a TaKKe C KPhUIOBHIHOU, TEMECHHOM,
yemryduaTor (squamosum) W KBaJpaTHOCKYJoBoW (quadratojugale) koctsmu (Puc. 3). B
pe3ynbTare MHOTHE D3JIEMEHThl HEHPOKpaHMyMa KpPOKOAMJIOB MPAKTUYECKH HE BHJIHBI Ha
JaTepalbHOW CTEHKE MO3TOBOM KOPOOKHM (Hampumep, TMepeaHeylIHas, OoJbllas dacTh
VIITHO3aTBIJIOYHON KOCTH, Tapaba3ucheHoun).

KBanpaTHast KOCTh KPOKOJMIIOB 3aMETHO HAKJIOHEHA B MepeHEMEIUATbHOM HAIMPABICHUH B
OTJINYKE OT COCTOSIHHS y OONbIIMHCTBA ApYyrux coBpeMeHHbIX auancup (Puc. 3) (lordansky,
1973; Walker, 1990). Ee ymHOH OTPOCTOK KOHTAKTHUPYET C TMEPEIHEYIIHOW KOCThIO —
xapakTepHas uyepTta kpokomminoMmopd u cuHanomopbus kiaaasl (Walker, 1990; Wu, Chatterjee,
1993; Clark et al., 2004; Nesbitt, 2011). Kpome Toro, 4enroCTHbIE MBIIICIKH KBaIpaTHOW KOCTH
CMEIIECHBI JIOPCAIBHO M K331 OTHOCUTEIIFHO YPOBHS 3aTBUIOYHOI'O MBIIIENKA (B OTJIHMYME OT
OoonpmmHcTBa apyrux gumancun) (Puc. 3, 4 u 6) (lordansky, 1973). IlocreneHHBIN
nepeHEMUINATIbHBIN HAKIIOH KBaPaTHOW KOCTH B XOJI€ SBOJIIOLUU KPOKOAMIOMOP(), BEPOATHO,
CBSI3aH C NPUOOpPETEHHWEM KOHTAaKTa C IEPEeIHEYIIHON KOCThIO M CMEIIEHHEM YEeIIOCTHBIX
mbienkoB (lordansky, 1973: ctp. 236; Walker, 1990: ctp. 104). [lepenneMennanbHbIi HAKIOH
KBaJpaTHOW KOCTH TaKXKe CBSA3aH C peopraHu3alMeldl HapyXHOW CIyXxoBOH mosoctu (meatal
chamber). Hapyxnas ciayxoBas MOJOCTb KPOKOIHMJIOB — IIIyOOKash BBIEMKA, OTpaHUYCHHAs
KBaJpaTHOM, yelrydyaTol, 3ariiasHMYHON W KBajapaTHOCKYJoBoi kocTsimu (lordansky, 1973;
Montefeltro et al., 2016).

AKMHETHYHasl CTPYKTypa uepena — OTJIMYHUTEIbHAs dYepTa KPOKOIWIIOB CpEeIu IPYTHX
coBpemennbix aumancun (lordansky, 1973; Langston, 1973; Walker, 1990; Pol et al., 2013). B
00aBOK K MHOTOYHMCIIEHHBIM IIOBHBIM KOHTAKTaM KBaJpPaTHBIX KOCTEH, HCXO/IHO CHHOBHAILHOE
OazanpHOE (Oasunrepuronnoe) couneHenue uepena orcyrcrpyer (Holliday and Witmer, 2008).
basunrepuronansie oTpocTKu mMapabazuceHonsa UMEIOTCS y KPOKOJIWJIOB JIMIIb HAa pPaHHUX
cragusix sMmOpuorene3a (Klembara, 1993). Ilocnenyromee OKOCTEHEHHE ueperna MPUBOIUT K
YKECTKOMY IIIOBHOMY COUYJICHEHHUIO Tapadazuchenouna u KpplmoBuaHbIX kKoctel (Bellairs, Kamal,
1981; Klembara, 1993). Kpome TOro, BOCXOASIIME OTPOCTKH KPBUIOBHIHBIX KOCTEH
KOHTAaKTHUPYIOT ¢ OOKOBBIMU KJIMHOBHUJIHBIMH, a Y HEKOTOPBIX TakcOHOB (Alligator spp., Caiman
spp., Tomistoma schlegelii, Gavialis gangeticus) — ¢ nepenaeymabsiMu kKoctssmu (Puc. 3). Otu
KOHTAaKThl 3aKpbIBAlOT MPAKTUYECKH BCIO JaTepalibHYyl0 YacTh MapabasucpeHousa u
JIOTIOJTHUTEITLHO (PUKCHPYIOT MO3TOBYIO KOPOOKY KPOKOIHIIOB.

3aaHsasa (3aThUIOYHAS) MOBEPXHOCTH 4epena chopMHUpOBaHAa 4 3JIEMEHTaMHU: MapHBIMU
YIIHO3aThJIOUHBIMHM M HENAPHBIMU BEPXHE3aTbUIOYHON U OCHOBHOMW 3aThIIIOYHOU KocTsMH (Puc.
4). TIlapaGa3uceHoua ¥ KPBUIOBUAHBIE KOCTH CJErka BHJHBI BeHTpalbHO. (OCHOBHOE
3aThIOYHOE OTBEPCTHE CHOPMUPOBAHO YITHOZATHIIIOYHBIMU U OCHOBHOM 3aTBUIOYHOM KOCTSIMMU;



PUCYHOK 4 3atbuiouHasi MOBEPXHOCTh MO3TOBOM KOPOOKHM KpPOKOAWJIOB, BUJ C3aau. A,
BCTaBKa, IMOKa3bIBaromas obiacTe mHTepeca u3 B-H. Hekxortopwie oOpasier Hemomubie. A, B,
Gavialis gangeticus (ZIN 7249); C, Alligator mississippiensis (DVZ M 4/13); D, Mecistops
cataphractus (DVZ M 6/13); E, Osteolaemus tetraspis (DVZ M 7/13); F, Crocodylus
novaeguineae (DVZ M 9/13); G, Tomistoma schlegelii (ZMMU MSU R-13859); H, Caiman
yacare (ZMMU MSU R-6967). aCC, foramen for cerebral carotid artery; Bo, basioccipital; CN
IX — XII, cranial nerve foramina; CQP, cranioquadrate passage; FM, foramen magnum; FV,
foramen vagi; VLP, ventrolateral process; Oto, otoccipital; P, parietal; Pbs, parabasisphenoid; Pt,
pterygoid; PTFe, posttemporal fenestra; So, supraoccipital; SqFac, squamosal facet. JIunetiku
paBHsIOTCA 1 CcM.



BEpXHE3aThUIOYHAsI KOCTh HE y4acTBYeT B ero rpanunax (Puc. 4). TemeHHast KOCTh BU/IHA B BUJIE
TOHKOW IUTACTMHKU JOpPCAIbHO OT BEPXHE3aThUIOYHOW KOCTU. Kaxkmas M3 YIIHO3aThUIOYHBIX
KocTel (opMHpYeT MPOJOJDKUTEIBHBI KOHTAaKT C COOTBETCTBYIOIIEH YeIIyiuaTol KOCTBIO.
VYIIHO3aTBUIOUHBIE KOCTH HMEIOT BEHTpPOJIATEPAbHBIE OTPOCTKH, KOTOpBIE OO0ECTIeUHBAIOT
JOTIOTHUTEIbHBIE IIOBHBIE KOHTAaKThI C MPOYMMH JJIEMEHTaMH MO3TOBOM KOpPOOKH U
CHocoOCTBYIOT KOHconuaanuu 3aTteuika (Pol et al., 2013).

BrrieynomsiHyThle MOIU(UKAIIMN Yepera KPOKOIWIOB MPUBEIH K CEpPbEe3HON NMEepecTpoiike
HEHPOBACKYISIPHBIX 3JIEMEHTOB 3aThutouHOM obOmactu (Walker, 1972, 1990; Clark, 1986;
Benton, Clark, 1988; Porter et al., 2016). 3angnue yepernHbie HEPBBI U COCYIbI POXOIAT B Y3KUX
KOCTHBIX KaHaJllaX B YIIHO3aThUTIOYHBIX KOCTaX (Puc. 4B). 3ameTHO# 4epToit MO3roBoi KOpOOKH
KPOKOJMJIOB SIBISIETCS HAJIMUKME KPAaHUOKBAAPATHOTO Mpoxoa (cranioquadrate passage).

KpanuokBagpaTHblii NMpPOX0oA — KOCTHBIM KaHaj, OOpa30BaHHBIA KBAJAPAaTHON KOCTBIO
JaTepalbHO M YIIHO3aTBUIOYHOM KOCThIO MeAuanbHO. OH CIYKUT A THPOXOXKIACHUS
ruomMaHanOysipHol BeTBU JuIeBoro HepBa (CN VIlhm) ¥ CTpeMEUKOBBIX apTepUH W BEHBI
(stapedial artery/vein) (Puc. 5) (Shiino, 1914; Iordansky, 1973; Sedlmayr, 2002; Porter et al.,
2016; Lessner, Holliday, 2020). KpannokBaapaTHbIii TPOXOJ OTKPBIBAC€TCSA B Ipeaeiax 3aaHein
4acTH HapyXHOU ciryxoBoil mojoctu (Montefeltro et al., 2016), rne oH CBsA3aH MEAUATBHO C
BUCOYHBIM KaHAJOM W BIEPEId — C BHENIHEKAINCYJIpHbIM TmpocTtpancTtBoM (Puc. 5D).
BHemHekancynsipHoe MOpOCTPaHCTBO — 0Oopo3da, OrpaHUYEHHas BHEUIHEKAICYJIsSpPHBIM
OTpocTKOM (extracapsular buttress) yrHo3aTbUI09HOM KOCTH. B mpejienax BHEIIHEKANCYISIPHOTO
MPOCTPAHCTBA MPOXOIUT Psif yepermHo-Mo3roBeIX HEpBOB (CN IX, CN X), cuMmmarndeckuii HepB
C ero JIOMOJIHUTENIbHON BEeTBBIO (ramus communicans of sympathetic nerve), a Tak)ke CBsI3aHHbBIC
¢ aumu cocynsl (Puc. 5D, E) (Shiino, 1914; Walker, 1990; Sedlmayr, 2002; Porter et al., 2016;
Lessner, Holliday, 2020). KpaHnoxkBaapaTHbBII NpOXOA OTKpPHIBAETCS B BHCOYHBIA KaHal
3aKBaJpaTHBIM OTBepcTHeM (postquadrate foramen), KOTOpoe HaXOAUTCS TIYOOKO B HApPYKHOM
cyxoBoit nonoctu (Puc. 3D u 5C, D) (Walker, 1990; Montefeltro et al., 2016). 3akBaapaTHOE
OTBEPCTHE OTPAHUYErO KBAAPATHOM, YIIHO3ATBIJIOYHOM, NEPEIHEYIIHON, BEPXHE3aThIIIOYHON U
YyemrynyaTom Koctsamu. Uepe3 Hero M3 KpaHUMOKBAAPaTHOIO IIPOXOJAa B BHCOYHBIM KaHal
BBIXOJIIT OCHOBHBIE BETBH CTPEMEUKOBBIX COCYJIOB — BHCOYHOTJIA3HUYHBIE apTepusi U BEHA
(temporoorbital artery/vein) (Puc. SE) (Walker, 1990; Sedlmayr, 2002; Porter et al., 2016).

KocTHblii BUCOYHBII KaHAJ AJI TPOXO0KEHUSI BUCOYHOTIIA3HUYHBIX COCYJ0B COPMUPOBAH
TEMEHHOM, Yellyi4yaTol, epeIHeyIIHOM, BEPXHE3aThUIOYHOM U KBajgpaTHoi kocTsamu (Puc. 5 n
6) (Walker, 1990; Sedlmayr, 2002; Porter et al., 2016). Criepeirt BUCOUHBINM KaHaJl OTKPHIBAETCS
MepeTHUM BUCOYHBIM OTBepcTHeM (anterior temporal foramen) B BEpXHIOI BHCOYHYIO sIMY, a
C3aJIi — 3aJIHUM BHCOYHBIM OKHOM (posttemporal fenestra) Ha 3aTBIJIOUHON TTOBEPXHOCTHU YepeTia.
(Puc. 4, 5, 6). BmecTe KpaHMOKBaIpaTHBIM MPOXOJ M BUCOYHBIM KaHAT (POPMUPYIOT MYTh IS
MIPOXOKEHUS COCYJIOB C 3aThUIKA B MOJIOCTh CPEIHErO yXa U BEPXHIOI BUCOYHYIO My (Puc. 5)
(Sedlmayr, 2002; Porter et al., 2016; Holliday et al., 2020). 3anane BUCOYHBIC OKHA KPOKOIMIIOB
peAyLUpPOBaHbI U MPEICTABICHbl Y3KUMH LIEIEBUIHBIMU OTBEPCTUSMU Ha 3aJIHEH MOBEPXHOCTH
yepena. OHU cHOPMHUPOBAHBI TEMEHHOM, YEIITYHYaTOW, BEPXHE3aTHUIOYHOM W YITHO3aThUIOYHOM
KOCTSIMU. B oTiuume oT Apyrux auancuj, yepe3 3aJHUE BHUCOYHBIE OKHA COBPEMEHHBIX
KPOKOJIMJIOB HE MMPOXOIUT KPYIMHBIX BEHO3HBIX cocynoB (Kuzmin et al., 2020: ctp. 136).

OHAOKPaHHAJbHASI MOJOCTh KPOKOIWIOB CGHOPMHpPOBAHA CBEPXY JOOHOH, TEMEHHOM,
BEPXHE3aTbUIOYHOM  KOCTSAMH, COOKYy — OOKOBOM KIMHOBHIHOHM, TEpPEeTHEYIIHOH U
YITHO3aTBUIOYHOW KOCTSIMH, CHU3Y — Napaba3uc(eHONIOM U OCHOBHOM 3aTBIJIOYHON KOCTSIMH
(Figure 7). B mpenenax sHAOKpaHUAIBHOHN MOJIOCTH HA OTJCIBHBIX KOCTSIX 3aMETHBI JETPECCHUH,
B KOTOPBIX JIEXKAT COOTBETCTBYIOIIUE OT/IENIbI MO3Ta WM KPYIHbIE BEHO3HbIE Ma3zyxu (cerebral



aST-CC CN Vlinyo

PUCYHOK 5 AmnaroMusi KpaHMOKBAAPAaTHOTO TPOXO0Jia, BHUCOYHON SIMBI, M OKOJIOYIITHON
obmactn  kpokomunioB. A-E, Mecistops cataphractus (DVZ M 6/13), HakIOHHBIA
NepeaHeIOPCATBHBIA M HEMHOTO JaTepalibHBIA BHA. A, BCTaBKa, MOKa3bIBaroOIIas 00JacTh
nntepeca u3 B-E; B, Mo3roBas kopoOka ¢ o6enmu yenryiiuatbiIMu KocTsMU in situ; C, Mo3roBast
KopoOka 0e3 JieBoi demryiiyatod koctw; D, Mo3roBas KopoOka 0€3 JEeBbIX UYEIIyH4aTod H
kBagpatHou kocrted; E, BcraBka m3 D, mokaswiBaromias aetanu okoJioymHoW obmactu. aST,
stapedial artery; aST-CC, arterial branch between stapedial and cerebral carotid arteries; ATF,
anterior temporal foramen; aTO, temporoorbital artery; CN Vllnyo, hyomandibular branch of
facial nerve; CN IX, glossopharyngeal nerve; CQP, cranioquadrate passage; EAM, external
auditory meatus; ECS, extracapsular space; Ls, laterosphenoid; Oto, otoccipital; P, parietal; Pbs,
parabasisphenoid; PQF, postquadrate foramen; Pro, prootic; Pt, pterygoid; RST, recessus scala
tympani; SN, sympathetic nerve; SNy, ramus communicans of sympathetic nerve; Sq,
squamosal; STFos, supratemporal fossa; TC, temporal canal; vST, stapedial vein; vTO,
temporoorbital vein. JIuneiika paBusercs 1 cm.



PUCYHOK 6 Anaromusi BACOYHOTO KaHaja KPOKOAMIOB. A, BCTaBKa, MOKa3bIBaIOIIas 00J1acTh
uHTEepeca; B, kphlmma deperna, HaKJIOHHBINA nepeaHenopcanbHbii Bum; C-I, Mo3roBas kKopoOka
KPOKOJMIIOB O€3 KpBIINIM 4Yepera; KOCTH JHa JICBOTO BHCOYHOTO KaHaja IMOKa3aHbl I[BETOM.
Hexotopsie o6pasnsl Henonubie. A-C, Alligator mississippiensis (DVZ M 4/13); D, Crocodylus
novaeguineae (DVZ M 9/13); E, Gavialis gangeticus (ZIN 7249); F, Mecistops cataphractus
(DVZ M 6/13); G, Osteolaemus tetraspis (DVZ M 7/13); H, Tomistoma schlegelii (ZMMU
MSU R-13859); 1, Caiman yacare (ZMMU MSU R-6967). ATF, anterior temporal foramen; F,
frontal; Ls, laterosphenoid; Oto, otoccipital, P, parietal; Po, postorbital; Pro, prootic; Q,
quadrate; So, supraoccipital; Sq, squamosal; STFos, supratemporal fossa. JIuneiiku paBHsroTCs 1
CM.



TenCr MesFos  vCertFos

CN Il + a/vOrb

PUCYHOK 7 DnpokpaHuanbHas IOBEPXHOCTb MO3TOBOM KOPOOKHM KpPOKOJIWIJIOB, MPaBBIN
MeAMaNbHBIA BHI. A, BCTaBKa, MOKa3biBaromas obmacte uHTepeca u3 B-H; C, BcraBka u3 B,
WLUTIOCTPUPYIONIAS ACTATN SHAOKpaHUAIBHON aHaToMuu. Hekoropeie oOpa3iiel HenomHbe. A-C,
Tomistoma schlegelii (ZMMU MSU R-13859); D, Osteolaemus tetraspis (DVZ M 7/13); E,
Crocodylus novaeguineae (DVZ M 9/13); F, Caiman yacare (ZMMU MSU R-6967); G,
Gavialis gangeticus (ZIN 7249); H, Mecistops cataphractus (DVZ M 6/13). Bo, basioccipital,
CerC, cerebral cavity; CN I — CN XII, cranial nerve foramina; CN III + a/vOrb, common
foramen for oculomotor nerve and orbital artery and vein; EnlF, endolymphatic foramen;
HypFos, hypophyseal fossa; Ls, laterosphenoid; MesFos, mesencephalic fossa; MF, metotic
foramen; MPh, medial pharyngeal foramen; OtBul, otic bulla; Oto, otoccipital; P, parietal; Pbs,
parabasisphenoid; Pro, prootic; Pt, pterygoid; So, supraoccipital; TenCr, tentorial crest;
vCertFos, fossa for cerebellotectal venous sinus; vOS, depression for occipital venous sinus.
JIuneiiku paBHstoTCA 1 cM.



fossa, mesencephalic fossa, cerebellotectal venous sinus) (Puc. 7C) (Hopson, 1979; Sedlmayr,
2002; Porter et al., 2016). MHorouyncieHHble HEHPOBACKYJSPHBIE OTBEPCTHS MPOHU3BIBAIOT
cTeHKy sHa0kpanuanpHoi onoctu (Puc. 7C) (lordansky, 1973; Lessner, Holliday, 2020).

YHble KancyJabl KPOKOAUIIOB MOJHOCTHIO OKOCTEHEBAIOT U (DOPMUPYIOT BBICTYMAIONINE B
OHJIOKpPAHUAIIBHYIO TOJOCTh Oapabanbl (otic bullae), kaxaelii U3 KOTOPBIX 00pa3oBaH
NEepeHEYITHON, YITHO3aThUIOUHOW M BepxHe3aTbutouHoi koctsimu (Puc. 7 u 12). Hebonbuioe
SHIONUM(pATUYECKOE OTBEPCTHE PACIONOKEHO B ILIEHTPE Y-00pa3HOro TPOWHOrO KOHTAKTa
BhIlIeHa3BaHHbIX KocTell (Puc. 7C). BHyTpeHHee yX0 KPOKOJIMIOB COCTOUT U3 JIBYX OCHOBHBIX
yacteil: sHAONMM@ATHYECKOro  (NEpernoHYaTroro) JgaOUpHHTA M OKPYXKAIOWIET0  €ro
nepunuMmparudeckoro mnabupunta (Retzius, 1884; Baird, 1960, 1970; Wever, 1978).
BectuOynsipHasi 4acTh BHYTPEHHETO yXa MpejAcTaBlieHa mpenasepuemM (vestibulum, BkIrogaer
OBIBHBIM ~ Memod4eKk  wiau  utriculus) ©w  mOaykpyXHbIMH  KaHamamu  (ductus
semicircularis/semicircular canals), a ciayxoBas dYacTb — KPYyrJbIM MEIIOYKOM (sacculus) u
OTXOJSIIIIMM OT HEro BHU3 YIUTKOBBEIM mpoTokoM (ductus cochlearis/cochlear duct) (Puc. 12).
VIUTKOBBIA TPOTOK KPOKOIWJIOB YIJIMHEHHBIM W CJErKa M30THYTHIA B BHUJE KOJICHIA; OH
BBICTYIIACT JaTepalibHO 3a ypoBeHb npemnsepus (Baird, 1960, 1970; Walker, 1990). Koctraoe
conyxoBoe  B3ayrue  (cochlear  prominence), chopMHpOBAaHHOE  TEPEIHEYIIHOW U
VITHO3ATBUJIOYHOW KOCTSIMH, SIBIIIETCS XapakTepHbiM mnpuzHakoM Crocodylomorpha (Walker,
1990) u cooTBeTCTByeT JaTepabHOMY IIOJOKEHHIO YIUTKOBOTO IPOXOJa, YTO OTIMYAET
KPOKOJIMJIOB M BBIMEPIIMX KpokomioMopd oT mpouux auancui. Camas BEeHTpajgbHas 4acTh
YVIIUTKOBOTO TIPOTOKA COJIEPKUT UYBCTBUTENIbHOE IATHO (macula lagenae/lagenar macula) u
HasbiBaeTcs areHoi (Puc. 12) (Retzius, 1884; Baird, 1960, 1970; Walker, 1990). Hacts cTreHKku
MEPETOHYaTOTO YIUTKOBOTO MPOTOKA HECET YyBCTBUTEILHBIC PECHUTUATHIC KIETKU, KOTOPHIC B
COBOKYITHOCTH 00pa3yloT YyBCTBUTENLHBIA OpraH Mo Ha3BaHWEM Oa3WIspHBIA cocodek (papilla
basilaris/basilar papilla) (Baird, 1960, 1970). YacTe CTEHKH YIHTKOBOI'O MPOTOKA, HECYyIIas
YYBCTBUTENbHBI  Oa3WJSIPHBIA ~ COCOYEK,  Has3bIBaeTcs  OaswiApHOM  MeMOpaHHON;
MPOTUBOIMOJIOKHAS YaCTh CTCHKH YJIUTKOBOTO MPOTOKA UMEHYETCSl BECTUOYISIpHON MeMOpaHOu
(Baird, 1960, 1970). Kio4yeBbIMH KOMIOHEHTaMU NEPUIMM(ATHUECKON CHCTEMBI yxa
KpokoauioB siBisieTcst: (1) xpymHas okpyrias nepuinuMdarndeckas nuctepHa (perilymphatic
cistern, mpuiaraer K KpYrJIOMy MEIIOYKYy M HOXKe cTpemeuka (columella auris)); (2)
yIUIMHEHHAs] LIMCTepHa — JISCTHUIA NpenaBepus (scala tympani; mpuieraer K BeCTHOYISPHOM
MeMOpaHe YJIMTKOBOTO MPOTOKa); (3) ymiauHEeHHasl IucTepHa — OapabanHas JectHuna (scala
tympani; mpuiieraeT K 0aswiIspHON MeMOpaHe ynuTKoBOro mpotoka) (Baird, 1960, 1970). /Ise
VUIMHEHHBIX IHUCTEPHBI (JIECTHHIA TIpeJaABepHs U OapabaHHas JICCTHHIIA), KOTOPHIC TSIHYTCS
BJIOJIb COOTBETCTBYIOIIMX YacTell YIMTKOBOIO IMPOTOKA, BEHTPAJIbHO B paiioHE JIareHbl
coenuHsOTCS HeOompmmmu npotokoM (helicotrema) (Puc. 12) (Baird, 1960, 1970). Bo
BHYTPEHHEM yX€ KPOKOIMIOB OazuiisipHast U BeCTUOY/sipHas MeMOpaHbl U MPUJIEralolrie K HUM
OapabaHHasl JE€CTHHIIA M JIECCTHHUIIA TPEIABEpUs 3aKPyUEHBI MO CIUPAIU MO XOAY YJIUTKOBOIO
nporoka (Puc. 12B) (Baird, 1960). bapaGannas mecTHUIIa 3aKaHYMBACTCS KPYITHBIM
nepwmMbaTrrndeckuM MemkoM (perilymphatic sac), KOTOpBI JIGKHT HEMOCPEICTBEHHO 3a
CITyXOBOM Karcyjoi B moJiocTu recessus scalae tympani (Puc. 12A, B). Ilepunmumdarndeckuii
MEIIOK YYaBCTBYET B 00pa30BaHWU BTOPHUYHOW OapabaHHOU mepenoHKo# (secondary tympanic
membrane), KOTOpas BBIXOJUT B TOJOCTh CPEIHET0 yXa KpyriabiM okHOM (fenestra
pseudorotunda) u pacceumBaeT M3NUIIHKE KoseOaHus BHyTpeHHero yxa (Baird, 1960; Wever,
1978). XapakTepHoe JaTepaabHOE MOJIO)KEHHUE YIMTKOBOI'O IPOTOKA COOTBETCTBYET IOJHOCTH
JaTepaJbHOMY PACIIONIOKEHHUIO BCeH MEepHMIIMM(pATHUECKOW CHUCTEMBbI KPOKOIMIIOB, KOTOpas He
3aXOJUT B HHJIOKPAHUAIBHYIO MOJOCTh. Takoe CTpoeHHe BHYTPEHHErO yXa YHHMKAJIbHO CPEIH
coBpeMeHHbIX auarcun (Baird, 1960).



MosroBas KkOopoOka COBPEMEHHBIX KPOKOJMWJIOB IPOHM3aHa CHCTEMOM  CIOXHBIX
nHeBMaTH4YecKux moJiocteii (Puc. 24-27). Ot monoctu o00pa3yroTcsi SMUTENUATBHBIMUA
JTUBEPTUKYJIAMU TJIOTKM BO BPEMsl PaHHETO SMOPHOHAIBHOTO pa3BUTHS, HauuHast ¢ 58—60 maHs
(Miiller, 1967; Klembara, 2004, 2005; moe uccnenoBanue gaHHbIX MHUKpPOKT mo sMmOproHam
Crocodylus niloticus n3 Beyrand et al., 2019). [laparummnannyeckue THEBMATHUECKHUE MOJIOCTH
noJIpa3eNaoTcst Ha nBe Tpymmbl: (1) momocTh cpemHero yxa (pharyngotympanic recess) u ee
BBIPOCTHI U (2) M MenuanbHas riotouHas cucrema (median pharyngeal recess) (Dufeau, Witmer,
2015). Ilo3xe B OHTOr€HE3€ 3TH OCHOBHBIE CHUCTEMBI JAIOT BTOPUYHBIE IHEBMATUUYECKHE
BBIPOCTBI B Pa3JIM4HbIe KOCTH MO3TOBOM KOPOOKU M COEIMHSIOTCS IPYT C IPYTOM.

4.3 bokoBasi kanHoBUAHAA KOCTh (Laterosphenoideum)

bokoBass kimMHOBUIHAs KocTh (mamee — Ls) sBiseTcsl €AMHCTBEHHBIM OKOCTEHEHHEM
[JIa3HUYHOBUCOYHOTO OTJAeNla HeHpoKpaHMyMa KpPOKOIWIOB. OTO CII0)KHOE OKOCTEHEHHE,
KOTOpOE€ BKJIIOYAET Psii AJIEMEHTOB XOHApPOKpaHWyMa 3MOpuoHa: pila antotica, pila metoptica,
yacTh taenia medialis,  yacTh HeOHOKBaapaTHOTO Xpsimia — columella prootica (Bellairs, Kamal,
1981; Klembara, 2004; Bhullar, Bever, 2009; Sobral et al., 2016). Ls koHTaKTHpYET C JJOOHOH 1
TEMEHHOU KOCTSIMU JIOPCAJIBHO, C IMEPEIHEYIIHONW KOCTBIO C3aad, C KBagpPaTHOU KOCTBIO —
3aHeNnaTepalibHO, U ¢ apadba3uc(eHonI0M 1 KPbUIOBUAHBIMU KOCTMHU BeHTpaibHO (Puc. 3, 7,
8).

Ls MOXHO MOJpa3IeuTh Ha HECKOJIbKO dacTeil: (1) Teno; (2) 3arma3HUYHBIN U TOJOBYATHIN
OTPOCTKH, KOTOpble (OPMHPYIOT BHCOYHYIO IOBEpXHOCTh; (3) mepenHuil OTPOCTOK,
dbopMUpPYIOLUI TIa3HUYHYIO TMOBEPXHOCTH; (4) psan Oojiee MEIKHX OTPOCTKOB — OOKOBOM U
3agHUM MOCTbI, TOHKHH oTpocTok (Puc. 8 m 9). Teno Ls mpeacraBieHO BepTHKAIbHBIM
cTOIOMKOM Mexay oTBepcTusiMu rnazonsurarenbHoro (CN III) u tpoitnuunoro (CN V) HepBOB.
Ha ero 60k0B0#1 MOBEpXHOCTH NMPHUCYTCTBYIOT 000361 ISl TpoxoxkeHus raazauanoi (CN Vi) u
BepxHeuemoctHoi (CN Vi) BerBeil TpoitHuuHoro HepBa (Sedlmayr, 2002; Holliday, Witmer,
2009; Porter et al., 2016; Lessner, Holliday, 2020). BHyTpu Tena y HEKOTOPBIX TaKCOHOB
MPUCYTCTBYET MHEeBMaTH4ecKas moyiocTh (laterosphenoid recess) (Puc. 9).

bokoBoii (lateral bridge) w 3agauit  (caudal bridge) wmoctel Ls momosHUTETHHO
pasrpaHUyaBalOT BETBUM TPOMHUYHOIO HEpBa W CIYXaT Mg MNPHUKPEIUICHUS HEKOTOPbIX
BucouyHbIX M (M. pseudotemporalis profundus; Holliday, Witmer, 2007, 2009; Lessner,
Holliday, 2020). 3agauit MocT OoT/AeIseT HEOONbIIYIO BETKY (HAATJIa3HUYHBIA HEpB/supraorbital
nerve) ot ocHoBHoro ctBosia CN Vi (Puc. 8C, F u 9) (Holliday, Witmer, 2009). JnuHHBIHA
OOKOBOM MOCT, KOHTAaKTUPYIOIIMH C KPBUIOBUIHOW KOCTBIO, CTAaOWJIBHO TPUCYTCTBYET Y
amumraropun (Alligator spp., Caiman spp., Paleosuchus palpebrosus, Melanosuchus niger) n'y
80% wu3yueHHbIX 00pa3uoB Crocodylus spp. OH peayuupoBaH y HEKOTOPHIX KpPOKOAWIUA
(Tomistoma schlegelii, Mecistops cataphractus, Osteolaemus tetraspis u BweIMepIIHi Voay
robustus) v raBuamun (Gavialis gangeticus v Beimepinii G. bengawanicus) (Puc. 9).

3armazHuU4HBIE  oTpocTOK  (postorbital process) ¢Gopmupyer BOTHYTYHO BHCOYHYIO
MOBEPXHOCTh U JUCTAFHO OKAHYMBAETCS TOJIOBYATHIM OTPOCTKOM (capitate process) (Puc. 8C,
F). 3aryia3sHuuHbIi OTPOCTOK SBISETCS OCHOBHBIM MECTOM IPUKPEIUIEHHS BHCOYHOMU
myckynatypsl kpokoawioB (lordansky, 1964; Schumacher, 1973; Busbey, 1989; Holliday,
Witmer, 2007, 2009; Lessner, Holliday, 2020). T'onoBuarteiii otpocTok (opmupyer
CHHOBUAJIbHBINA, HO TIPH 3TOM HETOABIKHBINA CycTaB ¢ 3arnazHuuHoi kocth (Holliday, Witmer,

2008).
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PUCYHOK 8 Anaromust 60koBoii kiimHOBHIHOHM KocTH (laterosphenoideum) kxpokoanios. A-B,
BCTaBKa, MOKa3bIBaroIias oonacts uHTepeca Ha Crocodylus novaeguineae (DVZ M 9/13). C-G,
laterosphenoideum C. novaeguineae (DVZ M 9/13), C, neBsiii natepanbubiii, D, 3aqauii, u E,
MeauanbHbli Buael. F-H, laterosphenoideum w#oBopoxaennoro Caiman crocodilus (PIN
CpaBHHUTENbHAs KOJUIEKIHS, 0e3 HoMepa), F, neBbIit narepanbublil, G, 3anauii, u H, MenuanbHbIN
Buael. AntCr, antotic crest; AntP, anterior process; CapP, capitate process; CBr, caudal bridge;
CerFos, cerebral fossa; CN II, foramen for optic nerve; CN III + a/vOrb, common foramen for
oculomotor nerve and orbital artery and vein; CN IV, foramen for trochlear nerve; CN V,
foramen and fossa for the trigeminal nerve; CN Vi, CN Vi, CN V,,, foramina for ophthalmic,
maxillary, and supraorbital branches of the trigeminal nerve; FFac, frontal facet; LBr, lateral
bridge; LsB, laterosphenoid body; MesFos, mesencephalic fossa; PbsFac, parabasisphenoid
facet; PFac, parietal facet; ProFac, prootic facet; PorP, postorbital process; PtFac, pterygoid
facet; QFac, quadrate facet; SP, slender process; TenCr, tentorial crest. JIuneiiku paBastoTcs 1
cM (msa C-E) u 5 mm (st F-H).
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PUCYHOK 9 CpaBaenue 00KOBBIX KIMHOBUAHBIX KocTel (laterosphenoideum) kpokonuios. A,
C, E, G, I neBwrit narepansusiii Bug; B, D, F, H, J mequansaeiii Bua. Kaxgas napa Bkirogaet 3D
MOJIEJI HEMpPO3payHONM KOCTH M MOJIYMPO3PauyHONl KOCTH C KOMIIBIOTEPHBIMH SHIOKACTaMu
OKPY)KAIOIMX HEHUPOBACKYJIAPHBIX W IMHEBMATHYECKUX CTPyKTyp. A, B, Alligator
mississippiensis (DVZ M 4/13); C, D, Crocodylus novaeguineae (DVZ M 9/13); E, F,
Tomistoma schlegelii (ZMMU MSU R-13859); G, H, Osteolaemus tetraspis (DVZ M 7/13); 1, J,
Gavialis gangeticus (ZIN 7249). AntCr, antotic crest; AntP, anterior process; CapP, capitate
process; CBr, caudal bridge; CN I — CN V, cranial nerves; CN Vi, CN Vi, CN Vo, CN Viymp,
ophthalmic, maxillary, supraorbital, and tympanic branches of the trigeminal nerve; LBr, lateral
bridge; LsB, laterosphenoid body; LsPR, laterosphenoid pneumatic recess; SN, sympathetic
nerve; SP, slender process; TCr, tensor crest. JIuneiiku paBHstoTCS 1 cM.



[lepenauit oTpocToK GopMHUpPYeT TiIa3HHYHYI MoBepxHOCTh KocTH (Puc. 8C um 9). On
MOJTHOCTBIO OKOCTEHEBAET JIMIIb Y B3POCIBIX 3K3EMIUISIPOB M HEJIOPA3BUT Y HOBOPOXKIECHHBIX U
1oBeHMIbHBIX ocobelt (Puc. 8F, H). [lepennue orpoctku oboux Ls BMecTe ¢ JOOHBIMU KOCTSIMU
OTPAaHWYMBAIOT OTBEPCTHE [UIsI TpPOXOokeHue oboHsTenpHOro Tpakta (CN ). C3amu wu
BEHTPAJIBHO OT 3TOr0 OTBepcTHs, o0a Ls BMmecte (GOpPMHPYIOT TpaHHIy OTBEPCTHS IS
npoxoxaenus: rnazauuHoro Hepsa (CN II) (Puc. 7C, 8E u 9). B monHocThIO OKOCTEHEBIIEH
MO3TOBOH KOpOOKe KOPOTKMII TOHKHI OTpocTOK (slender process) KOHTaKTHpPYET BEHTPAJIBHO C
poctpymoM  mapabaszucheHouza W paszfenser  OTBEPCTHUA — IJA3HUYHOTO  HEpBa H
riazogsurarenbHoro Hepsa (CN III) u conmyTCTBYIOMKX COCYI0B — IIIa3HUYHON apTEpUU U BEHBI
(orbital artery/vein) (Puc. 7D, G, H, 8F-H u 9) (Iordansky, 1973; Porter et al., 2016; Lessner,
Holliday, 2020). Kaman nmns mpoxoxnaeHusi OmokoBoro HepBa (CN IV) mpoxomutr depes
nepeaauii orpoctok npopcanbHo oT otBepeTus CN III (Puc. 9C-F) (Lessner, Holliday, 2020).

4.4 llepenneymnasi koctb (Prooticum)

[lepenneymHas Kocth (nmanee — Pro) siBisieTcs mepeaqHUM OKOCTEHEHHEM CIyXOBOHM KarCyJIbl.
OTO MPEeUMyIIECTBEHHO SHIOXOHAPAIBHOE OKOCTEHEHHE, KOTOPOE Y COBPEMEHHBIX KPOKOAUIIOB
TaKXKe BKJIIOYaeT JepMalbHbIA syeMeHT (lamina prootici anaterior; Klembara, 2004). Pro
KPOKOJMJIOB — MEPEIHEBEHTPATIBHO y3Kasi KOCTb, KOTOpasi MPAaKTUUYECKU HE BUAHA HA OOKOBOU
cTeHKke Mo3roBod kopoOku (Puc. 3). YV Gavialis gangeticus w Tomistoma schlegelii,
HaOmromaercst HauOONbIIMK BBIXOJ Pro Ha OOKOBYIO CTEHKY Cpeau BCEX COBPEMEHHBIX
kpokonuioB (Puc. 3B, G) (lordansky, 1973; Brochu, 1999: puc. 41). Pro xoHTakTHpyeT ¢
OOKOBOW KJIIMHOBHJIHOW KOCTBIO CIIEPEIH, C KBAaJPaTHON — JaTepajbHO, C YIIHO3aTHUIOYHOW —
€331, ¢ TEMEHHON U BEPXHE3aThIJIOYHON — JOPCANbHO, C KPBUIOBUAHOMN U napaba3ucheHoniom
— BertpanbHO (Puc. 3, 6, 7, u 10A, B). Pro MoxHO moapa3nenuTsh Ha CISAYIOIINE OCHOBHBIC
yactu: (1) xancymnsipHas 4acTh; (2) BepXHMH W HWKHUH nepeaHue oTpocTku; (3) OokoBas
MJIACTUHKA; (4) TOpCaTbHBIN OTPOCTOK.

Kancynsipaass gacte Pro dopmupyeT mepenHior0 TPeTh CIYXOBOW KallCyJbl M COJCPKHUT
CUCTEMY MOJIOCTEH, B KOTOPHIX PACIIONArajiuCh YaCTH BHYTPEHHErO yXa: MOJIOCTh MpeaaBepus
(vestibular recess) mis aMmIyn mepeaHero M OOKOBOTO MOJYKPY)KHBIX KaHAJIOB, OBaJIbHOTO
Mmemouka (utriculus) u mepegHeit yactu kpyrioro memouka (sacculus) (Puc. 10D, H, 11, u 12)
(Retzius, 1884; Baird, 1960, 1970). Ilepenanii 1 60KOBO# MONIYKPY>KHBIC KaHAJIbI IPOHU3BIBAIOT
Kpbiry KancynspHod yactu Pro (Puc. 11). BeHtpomarepanpHee TMOJIOCTH TIpeaaBEpHs
HaxoauTcs ciiyxoBoe B3aytue (cochlear prominence). B HeM mnpoxomuT mMoOJOCTh s
ynmutkoBoro mpotoka (cochlear recess) (Puc. 10D, G, H). JlopcanpHee CiayxXxOBOTO B3AYyTHSA
pacroaraercs BeIpe3ka oBaibHOTO OkHa (fenestra ovalis) (Puc. 10D, G, H u 12). Kancynsapraas
yacTh Pro ¢opmupyeT nepeaHio TpeTh ciryxoBoro 0apabana (otic bulla) Ha sHIOKpaHMATBHON
noBepxHoctu (Puc. 7). MeauanbHas (SHIOKpaHHMaJbHas) MOBEpPXHOCTh Pro mnponuszana 4
HEOOIBIIMMH HEUPOBACKYISApHBIMU oTBepcTusimu: (1) st muneBoro wepsa (CN VII); (2) mns
nepeaneit BeTBu ciayxoBoro Hepsa (CN VIII) (= npenaBepHblii HEpB), 00CTYKUBAIOLINI aMITyJIbI
MOJYKPYKHBIX KaHAJIOB | recessus utriculi); (3) Ay BeTBU CIIyXOBOTO HEPBa, 0OCITYKHUBAIOIIEH
macula sacculi; (4) 11 3aHE BETBU CITyXOBOTO HEPBA (= YIUTKOBBIM HEPB), 0OCITYKUBAOIIEH
MaKyJbl CIyXOBOW YacTH BHYTPEHHETO yXa, a TaKXKe aMIlyJy 3aJHero MOJyKpY>KHOI'O KaHaja)
(Puc. 7C, 10J u 11B) (Retzius, 1884; lordansky, 1973; Sedlmayr, 2002; Lessner, Holliday, 2020)

Kancynspras yacte BMecTe ¢ BEpXHUM U HIDKHUM TEpeIHUMH OTpocTKamu (anterior inferior
process 1 anterior superior process) GOpMHUPYIOT 33HIOI0 YaCTh OTBEPCTUS TPOHHUYHOTO HEpBa
(Puc. 10C, E, F). Kanan ans nebonpuiol ciayxoBoil BeTBu TpoitHMuHOTO HepBa (CN Viymp) U
CUMIATHYECKOIr0 HEpBA MPOXOJIUT Yepe3 BEPXHUHN MEPETHUI OTPOCTOK U OTKPHIBAETCS B
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PUCYHOK 10 AnaromMus nepemHEyIIHOW KocTu (prooticum) kpokoamioB. A-B, BcTaBka,
MoKasbIBaromas 00acTh nHTEpeca Ha Alligator mississippiensis (DVZ M 4/13). C-F, prooticum
A. sinensis (DVZ M 3/13) C, neBbiii natepanbHbiid, D, 3anuuii, E, menuaneneiii, F, nepennuit
Bunbl. G-J, prooticum HoBopoxkneHHoro Caiman crocodilus (PIN cpaBHUTENbHAsI KOJIJICKIIHS,
0e3 Homepa) G, neBbId JaTepanbHbiid, H, 3anuuii, [, Mmenuanbubii, J, BeHTpanbHbIi BUabl. AlP,
anterior inferior process; AmpR, ampullary recess; ASC, anterior semicircular canal; ASP,
anterior superior process; CN V — CN VII, cranial nerve foramina; CN Viymp + SN, foramen for
tympanic branch of the trigeminal nerve and sympathetic nerve; CN VI, CN VI, CN
Vs, foramina for anterior, posterior, and macula sacculi branches of the vestibulocochlear
nerve; CochP, cochlear prominence; CochR, cochlear recess; DLam, dorsal lamina; FO, fenestra
ovalis; IntPR, intertympanic pneumatic recess; Int/PCF, foramen for communication of
intertympanic and parietal pneumatic recesses; LCochB, lateral bulge of the cochlear
prominence; LLam, lateral lamina; LSC, lateral semicircular canal; LsFac, laterosphenoid facet;
MCochB, medial bulge of cochlear prominence; OtoFac, otoccipital facet; PbsFac,
parabasisphenoid facet; PhTFos, pharyngotympanic pneumatic fossa; PQF, postquadrate
foramen; Pro/LsCF, foramen for communication of prootic and laterosphenoid pneumatic
recesses; ProB, prootic buttress; ProPR, prootic facial pneumatic recess; PtFac, pterygoid facet;
QFac, quadrate facet; SacR, saccular recess; SoFac, supraoccipital facet; UtrR, utricular recess;
VestR, vestibular recess. Jlunetiku paBnsitores 1 cm (st C-F) u 5 mm (st G-J).



PUCYHOK 11 CpaBHeHue mnepemHEymIHbIX KocTei (prooticum) xpokommioB. A, C, E, G, |
neBbIil narepanbHblidi BUn; B, D, F, H, J Menuaneubiil Bua. Kaxnas napa Bkiouaer 3D mMoaenu
HEMPO3PAYHON KOCTH U MOJIYIIPO3PAYHON KOCTH ¢ KOMITBIOTEPHBIMU YHAOKACTAMHU OKPYKAFOIIHX
HEHPOBACKYISIPHBIX M TTHEBMATHUECKUX CTPYKTYp. A, B, Alligator mississippiensis (DVZ M
4/13); C, D, Crocodylus novaeguineae (DVZ M 9/13); E, F, Tomistoma schlegelii (ZMMU MSU
R-13859); G, H, Osteolaemus tetraspis (DVZ M 7/13); 1, J, Gavialis gangeticus (ZIN 7249).
ABr, anterior bridge; ASC, anterior semicircular canal; CN V — CN VII, cranial nerves; CN Vi,
CN Vi, CN Vo, CN Viymp, ophthalmic, maxillary, supraorbital, and tympanic branches of the
trigeminal nerve; Coch, cochlear duct; IntPR, intertympanic pneumatic recess; Lab, endosseous
labyrinth; LSC, lateral semicircular canal; ProPR, prootic facial pneumatic recess; PSC, posterior
semicircular canal; SN, sympathetic nerve. JIuneiiku paBusitorcs 1 cMm.



nonocth cpennero yxa (Puc. 11) (Bellairs, Shute, 1953; Hopson, 1979; Witmer et al., 2008;
Holliday, Witmer, 2009; Lessner, Holliday, 2020). He6onsmo# nepenuuit moct (anterior bridge)
npucyrctByer y Gavialis gangeticus u otaenser Hanrnasauudbeiii HepB (CN Vi so) or
ocHoBHoro crBosa CN Vi (Puc. 11I); aTor mepenHuii MOCT COOTBETCTBYET 3aJHEMY MOCTY
OOKOBOU KJIMHOBHUIHOW KOCTH OCTAIBHBIX KPOKOIUIIOB.

BokoBast miactunka (lateral lamina) — TOHKMI TIUTACTHMHYATHI OTpOCTOK Pro, KOTOpBI
JaTepaNbHO 3aKPHIBACT KAICYISIPHYIO YacTh KOCTH U KOHTAKTUPYET C KBaApPaTHOU KOCThIO (PucC.
10C, D, G). Beepx oT kancynspHoil yactu Pro TsHercs nopcanbHbIE OTPOCTOK B BHUJAE METIN
(prootic buttress). OTo meTIs OKpY)XaeT OTBEPCTUE I MPOXOXKICHHUS MEXYIIHON
MTHEBMATUYECKON TMOJIOCTH M OTIENSIET €€ OT BUCOYHOTO KaHaia, PaclojIOKEHHOTO JTOpCaIbHO.
JlopcanbHbIil OTPOCTOK (POPMHUPYET YaCTh 3aKBAJPATHOTO OTBEPCTHS M YYaBCTBYET (B pa3HOM
CTETNEHHU Y pa3HbIX TAKCOHOB) B (OpMHpPOBaHMH JTHA BUcOYHOTO KaHana (Puc. 3D, 5, 6, 10, 11)

Pro coBpeMeHHBIX KPOKOAMIOB IMPOHMU3aHA HECKOJBKUMH ITHEBMATHUYECKUMHU TosocTaMu: (1)
KPYITHOM MEXYITHOW MOJOCThIO (intertympanic recess), KOTopasi MPOI0JDKAETCS MEIUATbHO B
MOJIOCTh BEPXHE3aTHIJIOYHON KOCTH M TMPOTHUBOMOJIOKEHHOW Pro m coemuHser o0e MONOCTH
cpemHero yxa; (2) TJIOTOYHOCTYXOBOM mojocThio (pharyngotympanic fossa), koTopas
pacroiaraercst Mek 1y OOKOBOM IJIACTUHKOW M KarCyIsIpHOW 4acThio Pro u comepKuT oTBEpPCTHS
u 6opo3abl i npoxoxaeHuss CN Vymp u CN VII; (3) nepeaHeymHoN JHIIEBON MOJOCTHIO
(prootic facial pneumatic recess), KOTOpasi HaXOJIUTCS BHYTPU BEPXHETO MEPEITHETO OTPOCTKA
BIIEPE/IU OT MEPEIHETO MOIYKPYKHOTO KaHajla Y HeKOTOphIX TakcoHOB (Puc. 11, 24, 25, 26).

4.5 YmHo3atbL1049Hast kocTh (Otoccipitale)

VmHo3arbuioyHass KocTh (manmee — Oto) COBPEMEHHBIX KPOKOJAMIOB — KOMIUIEKCHOE
OKOCTEHEHHE, KOTOPO€ COOTBETCTBYET CIMBIIMMCS 3aJHEYIIHOH (opisthoticum) u OGoxoBoi
3aThIIOYHOM (exoccipitale) koctsim npyrux muancun (Parker, 1883; lordansky, 1973; Bellairs,
Kamal, 1981). Oto BKiIFOYaeT Kak 3J€MEHTHI XOHIPOKpPaHHYMa 3MOPHOHOB (3aThUIOYHAS 1IyTa,
NapOKIMIIUTATBHBIA OTPOCTOK, CIyXOBasl Karcyja), Tak M creurduueckue A KPOKOIUIOB
JIepMalibHbIe SMOpPHOHAIBHBIE OKOCTEHEHHS — anterior U posterior juxtaotic laminae, KoTopsie
COOTBETCTBYIOT BEHTpOJIATEPATILHOMY OTPOCTKY cdopmupoBanHoi koctu (Miiller, 1967;
Bellairs, Kamal, 1981; Klembara, 2005).

Oto KpOKOJWUJIOB MOKHO IMOJAPA3JeNUTh Ha CIEIyIollne OCHOBHBIE yacTu: (1) kamcynspHas
yacTh, (2) pacroJIOKEHHBIE PSIAOM OKOJOYIIHBIE CTPYKTYPbl — BHEIIHEKANCYISIPHBIM U
MepPEeTHCBEHTPAIBHBIA OTPOCTKH; (3) BEHTpOJIaTepaIbHBIA OTPOCTOK; (4) MapOKIUIUTAIBHBINA
oTpocToK; 1 (5) 3arpimounas ayra. Oto popMHUpYET 3aIHIOI0 TPETh ClyXoBoi Kamncyibl (Puc. 12)
1 OOJBIIYI0 YacTh 3a7HEl (3aThUTIOYHON) moBepxHOCTH yepema (Puc. 4), rae KocTh CIyKUT
MECTO MPHUKPEIUICHUsI pa3Ho00pa3HbIX meiHbIx Ml (Snively, Russell, 2007; Tsuihiji, 2010).
Oto KPOKOAMIIOB KOHTAKTHPYET CO BCEMH OKPYKAIOIUMHU KOCTSIMH MO3TOBOH KOPOOKH.

Kamncynspras gacTe OKpyKaeT 3aJHIOI0 4acTh MOJOCTH mpeansepus (vestibular recess), B
KOTOPOU pacroiararoTcsl aMITyJia 3aIHEro MOJIYKPYKHOTO KaHaja, 9aCTH OBATHHOTO M KPYTJIOTO
MENIOYKOB dHAomuMbpaTudeckoro nmadupunara (Puc. 12, 13E-G, u 14B) (Retzius, 1884; Baird,
1960). 3aguuii 1 OGOKOBOM MONYKPY>KHBIA KaHAJIbl MPOHHU3BIBAIOT CTEHKY KAallCyJSIpHON yacTu
(Puc. 15D).

COOKy M €33y OT CIIyXOBOH KAarCYJIBI UMEETCS CJIOXKHAsI aCCOIMAIUS KOCTHBIX OTPOCTKOB,
OPTaHHU3YIOIIUX OTBEPCTHS JIsl HEPBOB M COCYJOB, MEPHINM(ATUIECKOTO MEIIKa BHYTPEHHETO
yXa U METOTHYECKOoe OTBepcThe. TOHKas KOCTHAs IUIACTUHKA (DOpPMHPYET METII0 BOKPYT
nepmuMGaTHYECKOro MEITKa U Ha3bIBaeTCs nepuinMdaTudeckoit netien (perilymphatic loop)
(Puc. 12, 13E-G u 14G) (Walker, 1990). [Tepunumdbarnueckas meTyisi OKpyKaeT



PUCYHOK 12 Anaromusi ciyxoBOH kamcynbl (capsula otica/otic capsule) xpokomwios. A,
HAKJIOHHBIN MepeIHeNaTepalbHbIi BU HEMOIHOW MO3roBoi KOpoOku Alligator mississippiensis
(DVZ M 4/13), sH0oKacT BHYTPEHHETO yXa in situ; MOKa3aHbl TOJIBKO KOCTH, YYaCTBYIOIIHE B
oOpa3oBaHuM cIyxoBoil Kamcynbl. C, TO ke, 4To U B A, KOCTH MOJyINpo3padyHbie. B,
YBEIMYEHHBIN SHAO0KACT BHYTPEHHEro yxa A. mississippiensis (DVZ M 4/13) ¢ npoprucoBaHHBIM
nepunuMpaTundeckuM MemkoM. CTpeNnKd TMOKa3bIBAIOT HaNpaBleHUE MEePHINM(ATHISCKUX
IIMCTEPH BOKPYT yauTKoBoro mpotoka. ASC, anterior semicircular canal; Bo, basioccipital; CC,
crus communis; CI, crista interfenestralis; Coch, cochlear duct; ECB, extracapsular buttress; FO,
fenestra ovalis; FPr (STM), fenestra pseudorotunda that forms margins for attachment of the
secondary tympanic membrane; Lag, lagena; Oto, otoccipital; Pbs, parabasisphenoid; PF,
perilymphatic foramen; Pro, prootic; PSC, posterior semicircular canal; RST (PS), recessus scala
tympani that contains extracapsular portion of the perilymphatic sac; So, supraoccipital; ST,
scala tympani; SV, scala vestibuli. JIuneiiku paBasitorcst 1 cm.
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PUCYHOK 13 AnatoMus yIIHO3aThUTIOUHOM KocTH (otoccipitale) kpokoamioB. A-B, BcTtaBka,
noKasbIBarolas obnacte wuHTEepeca Ha Alligator mississippiensis (DVZ M 4/13). C-H,
otoccipitale 4. sinensis (DVZ M 3/13) C, Benrpanbhbiii, D, 3amauii, E, HaxIOHHBIN
aHTeposiopcanbhbii, F, nepenuuii, G, HaKJIOHHBIN NepeaHeMeANabHBINA, H, MeauanbHbIA BUBIL.
aCC, foramen for cerebral carotid artery; AVP, anteroventral process; BoFac, basioccipital facet;
CI (PL), crista interfenestralis of the perilymphatic loop; CN IX — CN XII, external cranial nerve
foramina; CN [Xin — CN Xllin;, internal cranial nerve foramina; CQP, cranioquadrate passage;
ECB, extracapsular buttress; FM, foramen magnum; FPr, fenestra pseudorotunda; FV, foramen
vagi; LCS, loop-closure suture; MF, metotic foramen; OcA, occipital arch; OtBul, otic bulla;
OtoFac, otoccipital facet; OtoL, otoccipital ledge; OtoPR, otoccipital pneumatic recess; OtoSt,
otoccipital strut; PbsFac, parabasisphenoid facet; PF, perilymphatic foramen; PL, perilymphatic
loop; POP, paroccipital process; ProFac, prootic facet; QFac, quadrate facet; RhPR, rhomboidal
pneumatic recess; RST, recessus scala tympani; SN, foramen for sympathetic nerve; SoFac,
supraoccipital facet; SqFac, squamosal facet; VestR, vestibular recess; VLP, ventrolateral
process; vOS, depression for occipital venous sinus. JIuneiiku paBasitores 1 cm.
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PUCYHOK 14 Anatomus ymiHO3aThUIOYHOM KocTu (otoccipitale) kpoxommioB. A-D, neBas
otoccipitale HoBopoxxaernHoro Caiman crocodilus (PIN cpaBHMTeNbHAs KOJJIEKIHS, 0€3 HOMEpa)
A, 3amumii, B, mnepenumii, C, HaKJIOHHBIA BEHTpaJbHbIM, D, MenuanbHBIA BUJBIL
[epunumparnueckas nerns (perilymphatic loop) nenonnas. aCC, foramen for cerebral carotid
artery; AVP, anteroventral process; BoFac, basioccipital facet; CN IX + XI (FV), common
external foramen vagi for posterior cranial nerves and sympathetic nerve; CN IX + SN, external
foramen for glossopharyngeal nerve and sympathetic nerve; CN X + XI, external foramen for
vagus and accessory nerves; CN XII, external foramina for hypoglossal nerves; CN X — CN
Xlliy, internal cranial nerve foramina; CQP, cranioquadrate passage; ECB, extracapsular
buttress; FM, foramen magnum; LCSFac, facet for loop-closure suture; LSC, lateral semicircular
canal; MF, metotic foramen; OtoFac, otoccipital facet; OtoPR, otoccipital pneumatic recess;
PbsFac, parabasisphenoid facet; PL, perilymphatic loop; POP, paroccipital process; PSC,
posterior semicircular canal; QFac, quadrate facet; SacR, saccular recess; SN, foramen for
sympathetic nerve; SoFac, supraoccipital facet; SqFac, squamosal facet; UtrR, utricular recess;
VLP, ventrolateral process. JInHelku paBHSAIOTCS 5 MM.



nepmiiMM(@aTHieckoe OTBEPCTHE, Yepe3 KOTOpoe NepuinM(aTH4YecKuii MEHIOK BBIXOIUT U3
ciyxoBoi kancynsl (Puc. 12 u 13G). Octpslit kpail nepminMpaTHUECKOW NETIN Ha3bIBaeTCs
crista interfenestralis; oH pa3zenseT oBaJbHOE U KPYIJIOe OKHA (COOTBETCTBEHHO, fenestra ovalis
u fenestra pseudorotunda) (Puc. 12A, C u 13E-G). [lepunumdarndeckas neris 3aKpydynuBaeTcs
U (opMupyeT IOBHBIN KOHTAKT C HUKHUM KpaeM KarcyisipHoil yactu Oto (loop-closure suture
wm  “the suture of the opisthotic with itself” y Walker, 1990) (Puc. 13E, G).
[epunumdarndeckas neTis oTAesIET recessus scalae tympani (COIEpKUT NepIIUM(paTHUECKUIA
MEIIOK) OT METOTHYECKOTO OTBepcTHs (metotic foramen, ciayXUT Ui TPOXOXKICHUS
3aTputouHbix HepBoB CN IX-XI) (Puc. 12B, 13E-H u 14B, D). Bmecte ¢ nepenHeymHoi
KOCTbI0, epuinMparudeckas netis Oto popmupyroT ciryxoBoe B3aytue (cochlear prominence),
KOTOPOE COAECPKUT YIUTKOBBINA MPoTOK (Puc. 12).

BHemHekancyaspHblii OTPOCTOK — TOHKas KOCTHasl TUIaCTUHKa B gopme kenola, KoTopas
pacroaraercs JiarepaibHo OT ciayxoBoil kamcynbl (Puc. 13F u 14B). BHemnekancynspHbIit
OTPOCTOK COEAMHSIETCS C NepuauMpaTHUeCKON MEeTIe, U BMECTE 3TU CTPYKTYPhl POPMHUPYIOT
Kpas Kpyrojoro okHa u recessus scalaec tympani (Figures 12 and 13E-G) (Rieppel, 1985).
Recessus scalae tympani coaepXuT Hapy>KHYIO 4acTh MEepUIMMEPAaTHYECKOTO MEIIKa, a TakKe
OTBEPCTHSI W OOpO31bl ISl MPOXOXKACHHS si3bIKoTIIoTouHOTO (IX), Omyxkmaromero (X), u
no6aBounoro (XI) depemHO-MO3TrOBBIX HEPBOB, CHMIIATHYECKOTO HEpPBAa M €ro BETBH (ramus
communicans), KOTOpas COEAUHSETCS C THOMaHIUOYyJIsIpHOW BeTBhIO JuieBoro HepBa (CN
Vllhyo), a Takxe conpoBoxaatomue ux cocynsl (Puc. 5D, E, 13E, F, 14B, u 15) (Shiino, 1914;
Bellairs, Shute, 1953; Miiller, 1967; Klembara, 2005; Lessner, Holliday, 2020). KocTab1i1 kanan
JUIs 1iepeOpaibHON BETBU BHYTPEHHEH COHHOM aprepuu (cerebral carotid artery) pacnomaraercs
BEHTPAJIbHO BHEHIHEKancyaspHoro orpoctka (Puc. 13F, 14B, 15). BenrpanbHo u Bliepenu ot
CIIyXOBOM KaIlCyJbl BHEIIHEKAICYJSAPHBIA OTPOCTOK IIEPEXOAUT B IEPEAHEBEHTPAJIbHBIN
orpoctok (Puc. 13F-H u 14D).

MeTtoTHuecKoe OTBEpCTHE pacroiaraeTcs Ha SHAOKpaHUaIbHOH noBepxHocTH Oto c3aau
oT ciryxoBoro Oapabana u cimyxut s npoxoxaeHus CN IX-XI 1 conpoBOXIaOMKUX COCYA0B
(Puc. 7C, 13H, u 14D) (Shiino, 1914; Miiller, 1967; Lessner, Holliday, 2020). MeroTtuueckoe
OTBEPCTUE KPOKOJWJIOB HE COACPKUT MEepHUIUM(PaTUYecKoro Memka (B OTIMYHE OT
OOJIBIIMHCTBA JMATICH]T) B PE3YJIbTaTe U3MEHEHHUH B YCTPOICTBE BHYTPEHHEIO yXa KPOKOAUJIOB
(cM. 4.2 OCHOBHBIE YEPTHI CTPOSHHSI MO3TOBOM KOPOOKH COBPEMEHHBIX KPOKOAMIIOB).

[Tapoknunuranbabie OTPOCTKM Oto TAHYTCS JaTe€paibHO OT OCHOBHOM YacTH KOCTU M
dbopmupytoT Oonbiryto yacth 3atbuika (Puc. 13C, D u 14A); 3TO MOTHOCTHIO SHIOXOHIPATbHBIC
OKOCTEHEHHs, COOTBETCTBYIOIIME Crista parotica 3MOpHoHaIBLHOTO XOHApokpanuyMma (Bellairs,
Kamal, 1981; Klembara, 2005). XapakrepHoit ueptoii cropeHusi Oto KpPOKOJIUIIOB SIBISETCS
HaJIMYUE OTJENIbHBIX BEHTPOJIATePAIbHBIX OTPOCTKOB, KOTOPbIE COOTBETCTBYIOT CIIEU(UUECKUM
JEePMaJIbHBIM  OKOCTCHEHHSIM 5SMOpHOHOB — juxtaotic laminae (Klembara, 2005).
[TapokuunurtaabHbIE U BEHTPOJIATEPATIbHBIE OTPOCTKU MOJHOCTHIO CPOILEHBI B C(hOPMHUPOBAHHON
Oto, mpuMmepHas rpaHHIla MEXAY HUMHU HPOXOIUT MO OOpo3ae KPaHHOKBAIPATHOIO MPOXoja
(Puc. 13F u 14B). Y HOBOpPOXACHBIX KPOKOJUJIOB 3TH OTPOCTKH MPUMEPHO PaBHBI IO JJIMHE
(Puc. 14A); mo3xke B OHTOrE€HE3e MAPOKIUIIUTAILHBIE OTPOCTKH CTAaHOBSTCSA IIIHUPE
natepoBeHTpanbHbIX (Puc. 13D). BenTponarepaibHbIi OTPOCTOK COACPKUAT OOIIMI KaHAT IS
npoxoxaeaus CN IX-XI u cumnaruyeckoro HepBa M KaHal Js IiepeOpalbHONW COHHOU
apTepuu, KOTOPBIE OTKPBIBAETCS COOTBETCTBYIOIIMMHU OTBEPCTUSAMH Ha 3aThuike (Puc. 13-15).

3areioyHas ayra (occipital arch) sBnsieTcs OKOCTEHEHHMEM OJHOMMEHHOW 4acTu
sMOpuoHansHOro XoHaApokpanuyma (Bellairs, Kamal, 1981; Evans, 2008). Ona ¢popmupyer
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PUCYHOK 15 CpaBHenue ymrHo3aTbUIOYHBIX KOCTel (otoccipitale) kpokomumnos. A, C, E, Bun
czaau; B, D, F, Bun cnepenu. Kaxnas nmapa Bkimouyaer 3D Mojenu Hempo3payHOM KOCTH M
MOJTYIIPO3pPavyHON KOCTH C KOMIBIOTEPHBIMU 3HIOKACTAMH OKPYKAIOIIUX HEHPOBACKYISPHBIX U
MMHEBMATHUYECKUX CTPYKTYp. A, B, Alligator mississippiensis (DVZ M 4/13); C, D, Crocodylus
novaeguineae (DVZ M 9/13); E, F, Gavialis gangeticus (ZIN 7249). aCC, cerebral carotid
artery; ASC, anterior semicircular canal; CN IX — CN XII, cranial nerves; FO, fenestra ovalis;
LSC, lateral semicircular canal; OtoPR, otoccipital pneumatic recess; OtoPR (Int), intertympanic
portion of otoccipital pneumatic recess; PF, perilymphatic foramen; PhTPR, pharyngotympanic
(middle ear) cavity; PSC, posterior semicircular canal; RhPR, rhomboidal pneumatic recess; SN,
sympathetic nerve. JIuneiiku paBustoTcs 1 cM.



OOKOBOWM M BepxXHHMH Kpas oOcHOBHOro 3areuioyHoro otepctust (Puc. 13C, D). UYepes
3aTBUIOYHYIO JyTy mpoxoisaT 2-3 BeTBH noabs3siuHoro Hepsa (CN XII), oTkpeiBaromuecs
otrBepcTusimu Ha 3atbuike (Puc. 15) (Lessner, Holliday, 2020).

Ha BuyTtpenHe mnoBepxHoctu Oto BOKpYr CIyXOBOH KarcCyllbl W BHEIIHEKAICYISAPHBIX
CTPYKTYpP pPAacIoJlaraloTCsl pa3jMyHbIe CBSI3aHHBIC APYT C JIPYIOM IHEBMAaTHUYECKUE IOJIOCTU
(Puc. 13, 14, 15, 24, 25, 26). JlopcalbHO pacmojiaraeTcsi 4YacTb MEXYIIHOTO TOJOCTH
(intertympanic pneumatic recess), KOTopasi y B3pOCIbIX KPOKOAMUJIOB COEAMHSAET 00€ MOJIOCTH
cpeanero yxa. [lozagm KamncymsapHOW 4YacTH pacrojiaraercs YIIHO3aTBUIOYHAs TI10JIOCTh
(otoccipital pneumatic recess), KOTOpasi BEHTPAIbHO COCIUHSIETCS C MOJIOCTHIO CPEIHEro yXa, a
JOPCAJIbHO — C MEXKYIIHOM MOJIOCTHIO.

4.6 BepxHe3aTbL109Has KOCTh (Supraoccipitale)

[TomHOCTRIO chOpMUpOBaHHAS BEPXHE3ATHUIOYHAS KOCTh (Jajiee — SO) KPOKOIWIIOB SIBJISIETCS
CIIO)KHBIM OKOCTCHEHHEM, COOTBETCTBYIOIIMM CIIMBIIMMCS BEPXHECIYXOBOM (epioticum) u
coOcTBeHHO BepxHe3aTeuiouHOUW KocTsM (Parker, 1883; Miiller, 1967; Bellairs, Kamal, 1981;
Walker, 1990; Rieppel, 1993; Vieira et al., 2019). So umeer ¢dopmy Tpameuuu, KoTopas
OKpYXaeT OOBEMHYIO IEHTPAIbHYI0 MEXKYIIHYIO MHEBMATHYECKYIO TOJOCTh, W COCTOHUT U3
HECKOJIbKMX IUJIACTUH, COEIWHEHHBIX TOHKUMHU KOCTHbIMU mniepembliukamu (Puc. 16). So
KOHTaKTUPYET C TEMEHHOH KOCTBIO JIOpCalibHO, C TEPEAHCYIIHOW U YIIHO3ATHUIOYHBIMHU
KOCTSIMU BEHTPAJIbHO, U y KallMaHWH — ¢ YellyHyaTbIMU KOCTSIMU JopcosarepanbHo (Puc. 4, 6,
7). So MOXXHO TOJIpa3AeTUTh Ha HECKOJIBKO OCHOBHBIX uacTeil: (1) mepemnsis mmacTuHka; (2)
3a/IHAS [JIACTHHKA; ¥ (3) AopcalibHas TUTACTUHKA.

Ilepennsiss mnactuHka (anterior lamina) QopmupyeT BOTHYTYIO —3HJIOKPaHHAIBHYIO
MOBEPXHOCTh SO M MO OOKaM OT Hee BKJIIOYaeT MapHble KarcyispHele yactu (Puc. 16D, E).
Kancynsipasie yactu So GopMUPYIOT BEPXHIOIO TPETh CIYXOBOHM KaIlCyJbl M COJEPIKAT MOJIOCTh
o0melt HOXKKH (Crus communis WK sinus superior utricli) mepeaHero u 3agHero MoIyKpPYKHBIX
kaHasioB (Retzius, 1884; Walker, 1990). ITonoctu mist PIOKKYJISIPHBIX BBIPOCTOB MO3KEUKA
(flocculus cerebelli) He BBIpaXeHBI Ha MEIUATBLHONH TIOBEPXHOCTH CIYXOBOW KarlCyJbl
KPOKOJWJIOB. BeHTpalibHO mepeaHss MIacTUHKA CIMBAETCS C 3aHEl MIaCTUHKOM; KpoMe TOro,
MEXIy HUMH TSHYTCSI TOHKHE KOCTHBIE Oasiku (otoccipital strut), KOTopbie pa3aeistoT OTBEPCTHUS
JUIsl THeBMaTtnueckux nonocren (Puc. 16D).

3annss macTuHKa (posterior lamina) ¢opMupyeT 3aHIOI (3aTHUIOYHYIO) MOBEPXHOCTH SO.
Brixon So Ha 3aTBUTOYHON IMOBEPXHOCTH dYeperna KPOKOIWUIOB MMeeT (popMy TpeyroiabHUKa,
BepmmHa Kotoporo HampasieHa BHH3 (Puc. 16C). KoporTkue mnapHble 3aJHE3aTHUIOYHBIC
oTpocTku (postoccipital processes) pacronoXeHbl B 3aJHEIOPCATBHBIX YIJIax 3aJHeil
IUTACTHUHKH. BepTHKaNbHBIN caruTTaabHBIN 3arpUBKOBBIN TpedeHsb (sagittal nuchal crest) TsHercs
M0 IEHTPY 3aTBUIOYHOW MOBEPXHOCTH SO. DTHU OTPOCTKH W TpeOCHBb CIIyKaT sl KPETUIeHUs
meiinbrx MeIi (Snively and Russell, 2007; Tsuihiji, 2010).

Hopcanpaas tuactuaka (dorsal lamina) ¢opmupyer BepxHIOIO MOBepXHOCTH So. Ee
[EHTpaJbHAs YacTh KOHTAKTHUPYET C TEMEHHOW KOCTBIO, B TO BpEMs Kak JaTepaibHbIC Kpas
y4acTBYIOT B (opMupoBaHuH JTHa BucouHoro kaHana (Puc. 6). Ha nmopcanbHO# TutacTuHKE
UMeeTCsl 2 maphl OTBEPCTUN, HYepe3 KOTOPbIE COSAMHSIOTCS ITHEBMATHYECKHE IOJIOCTH B
TEeMEHHOW U BepxHe3aTbUiouHOW KocTsax (Puc. 16F wum 17). [lopcanbHas TUIacTUHKA
BEPXHE3AaTBUIOYHONH KOCTH HE MMEET BBIXOJa Ha Kpheimie depena y Alligator spp. u umeer
HeOonbImol Beixon y Crocodylus, Tomistoma, Osteolaemus w Paleosuchus. Y Caiman un
Melanosuchus nopcaibHas MJaCTUHKA SO UMeeT OOJIBIION BBIXOJ Ha KpBIIIE Yeperna U OTAEISEeT
TEMEHHYIO KOCTh OT 3aJIHEeTO Kpas Kpsimu yeperna (Brochu, 1999).
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PUCYHOK 16 AnatomMusi BepXHE3aThUIOYHOM KOCTH (Supraoccipitale) kpokomminos. A-B,
BCTaBKa, MOKa3bIBarolas o01acte uHtepeca Ha Alligator mississippiensis (DVZ M 4/13). C-G,
supraoccipitale 4. sinensis (DVZ M 3/13) C, 3agnawuii, D, neBbiii naTtepanbHbiii, E, MenuanbHbIH,
F, nopcambnbiii, G, BeHTpanbHbId BHAbL. H-J, supraoccipitale HoOBOpoxaennoro Caiman
crocodilus (PIN cpaBHHUTenbHast KOJUIeKIUs, 6e3 HoMmepa) H, mopcanbHelil, I, BeHTpanbHbIH, J,
neBbIil natepanbHbIi Buabl. AlLam, anterior lamina; AP, anterior process; ASC, anterior
semicircular canal; Cap, capsular portion; DExp, dorsal exposure; DLam, dorsal lamina; Endo,
endocranial surface; IntPR, intertympanic pneumatic recess; Int/PCF, foramen for
communication of intertympanic and parietal pneumatic recesses; OtoFac, otoccipital facet;
OtoSt, otoccipital strut; PLam, posterior lamina; POcP, postoccipital process; ProFac, prootic
facet; PSC, posterior semicircular canal; SNCr, sagittal nuchal crest; UtrR (CC), utricular recess
(crus communis); VEOc, foramen for external occipital vein. JIuneiiku paBusitorcs 1 cm (st C-
G) u 5 mm (st H-J).



Int/PCF

SqFac SNCr

SqFac DExp

- *g

PUCYHOK 17 CpaBHeHue BepxXHE3aThIJIOUHBIX KOcTel (supraoccipitale) kpoxkomgmios. A, C, E,
G, I Buxa c3zagu; B, D, F, H, J Bun cBepxy. Kaxxnas mapa Bkimrowaer 3D Moaenu Henmpo3payHoOn
KOCTH ¥ TOJYNPO3pauyHOW KOCTH C KOMIBIOTEPHBIMH  DHJIOKACTaMHU  OKPY)KAIOIIUX
HEHPOBACKYJSIPHBIX U THEBMAaTUYECKUX CTPYKTYp. A, B, Alligator mississippiensis (DVZ M
4/13); C, D, Crocodylus novaeguineae (DVZ M 9/13); E, F, Tomistoma schlegelii (ZMMU MSU
R-13859); G, H, Osteolaemus tetraspis (DVZ M 7/13); 1, J, Gavialis gangeticus (ZIN 7249).
DExp, dorsal exposure; IntPR, intertympanic pneumatic recess; Int/PCF, foramen for
communication of intertympanic and parietal pneumatic recesses; POcP, postoccipital process;
SNCer, sagittal nuchal crest; SqFac, squamosal facet. JIuneitku paBHsroTcst 1 cMm.




4.7 Ilapada3ucdenounn (Parabasisphenoideum)

[Mapabasucenonn (manee — Pbs) KpoKOIMIOB SBISETCS CIOXKHBIM  OKOCTCHEHUEM,
BKIIIOUAIONIUM KaK JHAOXOHJIpaibHbIe (MEpenHsis dYacTh Oa3anpHONW miacTuHKU (lamina
basalis/basal plate), 3amgHssi uwacTh Tpabekyn (trabeculae cranii), 9acTh MeEXTTa3HUYHOU
MEepPEeropoIKH, TOJIsIpHBIE Xpsiiu (polar cartilages)), Tak U ¥ JepManbHBIC JIEMEHTHI (HETTAPHBIN
napacenous (parasphenoideum), mapusie 6azutemnopanuu (basitemporalia) u nmapaxopaanuu
(parachordalia)) (Parker, 1883; Miiller, 1967; Bellairs, Kamal, 1981; Klembara, 1993). B xone
OHTOTEHE3a JIOPCOBEHTpPaIbHO IIOoCKHii Pbs HoOBopoxkmeHHbix KpokomwinoB (Puc. 18H-K)
BHITSITUBAETCS B BBICOTY B XOJI€ IMpOllecca, OIMHUCAHHOTO TOJ Ha3BaHHWEM KpPaHUATBHOTO
meTtamopdo3sa (Tarsitano, 1985) (Puc. 18C-G).

Pbs B3pocabIx KpOKOAUIOB UMEET (GOopMy KIMHA U 00pa3yeT MEepeIHIOI YacTh JHA MO3TOBOM
nmoyiocTd. Pbs uMeeT clioskHbIe MIOBHBIA KOHTAKTHI C OOJIBIMIMHCTBOM KOCTEH HEWpPOKpaHUyMa, a
Tak)Ke C KBaJpaTHBIMU M KPBUIOBUIHBIMHU KOCTSIMH. B pesynbrare 3TUX OOIIMPHBIX KOHTAKTOB
Pbs coBpeMeHHBIX KpPOKOIWIOB MPAaKTUUYECKH HE BBIXOAUT HU Ha JlaTepajbHyI0, HU Ha
BEHTPAJIBHYI0 WM 3aTHIOI0 IOBEPXHOCTh MO3roBol kKopoOku (Puc. 3, 4). Pbs moxHO
MOAPa3AeUTh Ha CIeAyIoInue OCHOBHBIE YacTu: (1) pocTtpyMm; (2) meHTpadbHast YacTh UM TEJO;
(3) 3agHaAs HECXOAAIIAS TUTACTUHKA; U (4) 3aIHeTaTepaibHbIe KPBUIOBUIHBIE OTPOCTKH.

Poctpym (rostrum wmm processus cultriformes) sBIseTcs JaTepoOMEIHATIbHO IIIOCKUM
oTpocTkoM, HarnpaBieHHbIM Briepes (Puc. 18F, H). On umeeT Tymno 10pcOBEHTPATLHO BBICOKUI
NepeJHUN KOHELl M CHJIBHO OTJIMYAeTcsl OT YUIMHEHHOTO M 3a0CTPEHHOr0 poCTpyMma
o6ompmuHcTBa Apyrux auancun (Evans, 1986, 2008; Walker, 1990; Clark et al., 1993; Sobral et
al., 2016). B ocHoBanuu pocTpyma MPUCYTCTBYIOT MapHBIE OTBEPCTUSA JUIsl HEOHOW BETBU
muneBoro Hepa (CN VIIp) u comyTCTBYIONIMX HEKPYMHBIX HEOHBIX apTepuil (sphenopalatine
artery) (Walker, 1990; Brochu, 1999; Sedlmayr, 2002) (Puc. 19).

B wmecte coemuHeHuss poctpyma u Tena Pbs pacmonaraercss rumnodmuszapHas MOJIOCTh
(hypophyseal fossa). Ee ocHoBanume oO0pa3oBaHO pOCTPYMOM, a 33JHHNA W BEPXHHHA Kpas
creakamu Typenkoro cemna (dorsum sellae) (Puc. 18C, G, I, K). I'mmoduzapnas momocts
KPOKOJMJIOB OTHOCUTENIFHO IITyOOKasi U HampasiieHa 3aaHeBeHTpanbHo (Puc. 7B). Ha ee 3aaneit
MOBEPXHOCTH OTKPBIBAIOTCS TAapHBIE OTBEPCTUSl IepeOpalIbHBIX COHHBIX apTepuil (cerebral
carotid arteries) u orBosmiero Hepa (CN VI) (Porter et al., 2016) (Puc. 18G, K u 19). Poctpym
U 0o0nacTb TUNOPU3APHOM SMBI HEKOTOPBIX COBPEMEHHBIX TakcoHOB (Alligator, Caiman,
Osteolaemus) copepxaT CHUCTeMYy IHEBMAaTHUYECKUX IOJIOCTEH — MPECOHHYIO, 3aCOHHYIO U
pocTpanbHyto mojoct (precarotid, postcarotid, u rostral recesses); 3T MOJOCTH B OOJBIIECH
CTETMEHH BBIPAXKEHBI y dMOPHOHOB M HOBOPOXKICHHBIX KPOKOJWIOB U PEAYLUPYIOTCS B XOJ€
ontorenesa (Puc. 19 u 27).

Teno Pbs sBmsieTcss OCHOBHOM 4YacThlO KOCTH; OHO (OPMHPYET ITHO IHAOKPAHHAIBHOU
MOJIOCTH M WMEET MOIIHBIC IIOBHBIE KOHTAKTHI C KPBUIOBUIAHBIMH KocTsimu (Puc. 18). Teno
“MeeT HeOOJIBIION BRIXOJ Ha OOKOBYIO CTEHKY MO3ToBOM KOpoOKku y kpokonunun (Crocodylus,
Mecistops, Tomistoma) wn rtaBuamuna (Gavialis gangeticus: ZIN 50, ZIN 7249, UF11898;
BeiMepinii G. bengawanicus: MB.R. 1960) (Puc. 3B, D, F, G) (Brochu, 1999: npusnak 129).
DTOT BBIXOJ] CTA0MIILHO OTCYTCTBYET y ayuuratopun (Alligator spp., Caiman spp., Paleosuchus
trigonatus) WU B pa3HON crenmeHW pa3BUT y ocrteonemuH (Osteolaeminae: Crocodylidae),
HarpuMep, OTCYTCTBYET Yy HEKOTOPBIX oOpasuoB Osteolaemus tetraspis (DVZ M 7/13) n
BeIMepiiero Voay robustus (MB.R. 4124) (Puc. 3C, E, H). Teno Pbs cogepxut oOnemMHBIC
MTHEBMATUYECKHE IMOJIOCTH — MEIUAbHYIO TJIOTOYHYIO moocTh (median pharyngeal recess) u ee
napHble OTBeTBiIeHUS (parabasisphenoid recesses) (Puc. 19, 24-27).

3anHss MOBEPXHOCTH Pbs 00pasyeT MOpCOBEHTPATbHO BBICOKYIO HUCXOJSIIYIO TUIACTUHKY
(Brochu, 2004). Ota muiacTuHKa BHIHA Ha 3aTHIJIOYHON MOBEPXHOCTH Yepena 1Mo MeIUaTbHbIM
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PUCYHOK 18 Amnaromus mapabasucdenonaa (parabasisphenoideum) kpokommios. A-B,
BCTaBKa, MOKa3bIBaromas obnacte uatepeca Ha Alligator mississippiensis (DVZ M 4/13). C-G,
parabasisphenoideum A. mississippiensis (DVZ M 4/13) C, nopcanshbiii, D, BeHTpanbHbIl, E,
3agauii, F, neBwii narepanbHbld, G, mnepegnuit Buubl. H-K, parabasisphenoideum
HoBOpoxaAeHHOTO Caiman crocodilus (PIN cpaBHUTenbHAs Koyekuus, 6e3 Homepa) H, neBbrit
natepanbHbIi, [, mopcanpHbi, J, BeHTpansHbd, K, nepennuii Buasl. aCC, foramen for cerebral
carotid artery; AlP, alar process; BoFac, basioccipital facet; CN III + a/vOrb, common foramen
for oculomotor nerve and orbital artery and vein; CN VI, foramen for abducens nerve; CN VII,,
foramen/groove for palatine branch of the facial nerve; CochR, cochlear recess; DS, dorsum
sellae; DsLam, descending lamina; Endo, endocranial surface; EtPR, pneumatic recessus
epitubaricus; HypFos, hypophyseal fossa; LsFac, laterosphenoid facet; MPh, median pharyngeal
canal/foramen; OtoFac, otoccipital facet; PbsB, body of parabasisphenoid; PhT, groove of
pharyngotympanic canals; PPr (BoFac), posterior projection (basioccipital facet); ProFac, prootic
facet; PtFac, pterygoid facet; QFac, quadrate facet; R, rostrum. JIuneiiku paBustotcst 1 cm (ans
C-G) u 5 mm (g H- K).
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PUCYHOK 19 Cpasuenne napadasuchenonio (parabasisphenoideum) kpokoaunos. A, C, E,
G, I neBwiii natepanbubiii Bua;, B, D, F, H, J Bun cBepxy. Kaxmas mapa Bximtodaer 3D momenu
HETPO3PaYHON KOCTH H MOJYIPO3PAYHON KOCTH C KOMITBIOTEPHBIMHU SHIOKACTAMH OKPY KAFOIIUX
HEHPOBACKYJSIPHBIX U THEBMATUYECKUX CTPYKTYp. A, B, Alligator mississippiensis (DVZ M
4/13); C, D, Crocodylus novaeguineae (DVZ M 9/13); E, F, Mecistops cataphractus (DVZ M
6/13); G, H, Osteolaemus tetraspis (DVZ M 7/13); 1, J, Gavialis gangeticus (ZIN 7249). aCC,
cerebral carotid artery; aCC/Bs, arterial branch between cerebral carotid and basilar arteries; CN
VI, abducens nerve; CN VI, palatine branch of the facial nerve; EtPR, pneumatic recessus
epitubaricus; HypFos, hypophyseal fossa; MPh, median pharyngeal pneumatic canal; PbsPR,
parabasisphenoid pneumatic recess; PrcPR, precarotid pneumatic recess; RPR, rostral pneumatic
recess; ScPR, subcarotid pneumatic recess. Jluneiiku paBasitores 1 cm.



[JIOTOYHBIM OTBEPCTUEM HEKOTOpPbIX TakcoHOB (Puc. 4). 3anHss miacTMHKA MMEET MapHbIe
(aceTku A7 KOHTAKTa ¢ OCHOBHOM 3aThUIOYHOW KOCTBIO, pa3/elieHHbIE B LIEHTPE MEIHATbHBIM
IJIOTOYHBIM KaHajioM (median pharyngeal canal), a mo kpasiM oOpamJeHHBIE TNapPHBIMU
IJIOTOYHOCITYXOBBIMH KaHanamu (pharyngotympanic canals) (Puc. 18E). lo kpaHuanbHOTO
Metamop(o3a BBICOKAs 3agHss IUIACTHHKA Pbs He BBIpaKeHa, OHA COOTBETCTBYET MapHBIM
3aJIHUM OTPOCTKaM HOBOPOXKIEHHBIX ocobeii (Puc. 181). DT 3aaHNE OTPOCTKU COOTBETCTBYIOT
HapHBIM JAepMalibHBIM Mapaxopaanusm sMopuoHoB (Klembara, 1993).

[TapHble KpBUIOBUAHBIE OTPOCTKH OTXOIAT OT Teja B 3a/HENAaTepaIbHOM HAINPaBICHUU H
UMEIOT BBIXOJ] Ha CTEHKY MO3roBoil kopoOku kpokoamioB (Puc. 3, 18D, E). Onu npucyrctyior
y HOBOpOXIeHHBIX KpokommnoB (Puc. 18H, I; contra Brochu, 2004), HO pacmonoxeHsbl
TOPU30HTAIBHO JI0 MPOXOXKIACHUS KpaHUaJdbHOro MeTamopdo3a. OHU COOTBETCTBYIOT MapHBIM
JIepMaibHBIM OazutemmnopainusiM sMopronoB (Klembara, 1993).

4.8 OcHoBHas 3aThIIIOYHAs KOCTh (Basioccipitale)

OcHoBHas 3aTbUIOYHAsA KOCTh (najee — Bo) siBnsieTcs SHA0XOHAPATbHBIM OKOCTEHEHUEM 3aJIHEN
yactu Oa3anpHOW TutacTUHKA HMOpuonHa (lamina basalis/basal plate). Jlo npoxoxaeHus
KpaHUAJIBHOTO MeTaMop(do3a, Bo 1OpcOBEeHTpaNIbHO MIIOCKAsE M XOPOIIO BUIHA HA BEHTPaIbHOU
MOBEPXHOCTH ueperna 3MOPHOHOB U HOBOPOXACHHBIX KpokoamwioB (Puc. 20H-J). B Teuenue
HECKOJIbKUX TEPBBIX JIET JXU3HU BO BHITATHBAETCS B JIOPCOBEHTPAIHLHOM HAIPABICHUU U
nepecrtaeT OOHaXXaThCs Ha BEHTPAIBHON MOBEPXHOCTH Yepera B3pOCHbIX KpokoawioB (Puc.
20C-E). Bo ¢popmMupyer 3aAHIOI0 4acTh 0a3WKpaHUyMa M JHA MO3TOBOH moyiocTH. Ee 0ocCHOBHBIC
yacTu: (1) sHAOKpaHHalIbHASI TOBEPXHOCTH; (2) 3a/IHAs MIACTUHKA; (3) 3aThUIOYHBIN MBIIIEIIOK.

DHJO0KpaHHUaJIbHas TMOBEPXHOCTh Bo BOrHyTas M TO KpasMm orpaHuyeHa (aceTkaMu IS
ymHo3aTeutouHbix Kocteil (Puc. 20G). IlepennebokoBbie kpast Bo ¢opmupyior HeOombImme
YacTH JIHAa TOJIOCTH ynuTKOBoro mpotoka (Puc. 20D, G). Bo dopmupyer HWKHUN Kpaid
OCHOBHOTO 3aThIJI0OYHOTO OTBepcTHs (Puc. 4). OKpyriblii 3aTBUIOYHBIN MBIIIETIOK PACIIOIaraeTcs
Ha HeOOJIbIION MIeiiKe.

[ToBepxHOCTh 3amHeil TuracTuHKU (basioccipital plate) oOpareHa Ha 3aTBUIOYHYIO CTOPOHY
(Puc. 20C-E). Bripaxxennsie 0a3anpHbie OYrpbl OTCYTCTBYIOT, TOHKHE OYIpHCTOCTH
(basioccipital tuberosities) TSHYTCS BIOJL JIaTePATbHBIX M BEHTPAIBLHOTO KpaeB 3aaHE
mactuHku (Puc. 20C). 3t OyrpucTOCTH Y KPOKOIWIOB COOTBETCTBYIOT Oa3aJlbHBIM Oyrpam
MpOYMX AWANCHA M CIy)XaT i TNpUKpenpeHus merHon Mmyckymarypel (lordansky, 1973;
Snively, Russell, 2007; Tsuihiji, 2010; Nesbitt, 2011). Y3kuii meauanbHblii TPeOCHb TSIHETCS
BEPTUKAIBHO TIO 33/IHEH MOBEPXHOCTH TIJIACTUHKU MO 3aThUIOYHBIM MbImenakoM (Puc. 20C u
21). bonwpmas yacte Bo (Bmepeau OT Mblmenka U OyrprCTOCTEH) MPOHU3aHA MTHEBMATUYECKON
nonocthio (basioccipital pneumatic recess), KOTopasi MEAMATbHO COSAMHSIETCS C MEIUATbHOU
IJIOTOYHOM CHCTEMOH, a M0 KpasiM — ¢ POMOOBUIHBIMH TOJOCTSIMU cpenHero yxa (rhomboidal
recess) (Puc. 21, 24-26). Bnepenu Bo dhopMupyeT 3aHI0I0 CTEHKY MAaPHBIX IIIOTOYHOCIYXOBBIX
KaHasoB (pharyngotympanic canals) ¥ HemapHOro MeIUaIbHOTO TIIOTOYHOTO KaHana (median
pharyngeal canal) (Puc. 21).
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PUCYHOK 20 Anaromus OCHOBHOW 3aTbulOuHOM KocTu (basioccipitale) kpokomumos. A-B,
BCTaBKa, MOKa3bIBaromas obnacte uatepeca Ha Alligator mississippiensis (DVZ M 4/13). C-G,
basioccipitale A. sinensis (DVZ M 3/13) C, 3aguuii, D, nepennuii, E, npaerii natepanbpbiid, F,
BEeHTpalbHbIN, G, mopcanpHblid Buabl. H-L, basioccipitale HoBopoxxaeHHoro Caiman crocodilus
(PIN cpaBuuTenbHas Kouiekius, 6e3 Homepa) H, 3anuuid, I, nepenuuit, J, mpaBblil 1aTepanbHBI,
K, Bentpamenbiii, L, mopcambnbiii Bumel. BoPl, basioccipital plate; BoPR, basioccipital
pneumatic recess; BoTub, basioccipital tuberosities; CochR, cochlear recess; Con, occipital
condyle; Endo, endocranial surface; MPh, median pharyngeal pneumatic canal; OtoFac,
otoccipital facet; PbsFac, parabasisphenoid facet. Jluneiiku paBusirorcst 1 cm (s C-G) u 5 mm
(mst H-L).
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PUCYHOK 21 CpaBHeHHe OCHOBHBIX 3aThUIOYHBIX KOCTel (basioccipitale) kpokoaunos. A, C,
E, G, I Bug c3amu; B, D, F, H, J Bug cBepxy. Kaxxnas mapa Bxirouaet 3D Momenu Henmpo3payHoOn
KOCTH M TMOJYNpPO3padyHOil KOCTU C KOMIBIOTEPHBIMH 3HJIOKACTaAMHU  OKPYXAIOIINX
HEHPOBACKYJSIPHBIX W TTHEBMATUYECKUX CTPYKTYp. A, B, Alligator mississippiensis (DVZ M
4/13); C, D, Crocodylus novaeguineae (DVZ M 9/13); E, F, Mecistops cataphractus (DVZ M
6/13); G, H, Osteolaemus tetraspis (DVZ M 7/13); 1, J, Gavialis gangeticus (ZIN 7249). BoPR,
basioccipital pneumatic recess; BoTub, basioccipital tuberosities; MedCr, medial crest; MPh,
median pharyngeal pneumatic canal; PhT, pharyngotympanic canal. JIuneiiku paBustorcs 1 cm.



4.9 KpagpaTHas kocth (Quadratum)

KBagpaTtHas xocth (manee — Q) sIBIS€TCS OCHOBHBIM JJIEMEHTOM CIJITAHXHOKpaHHYMa B 4eperie
KpokoauaoB. OHa CHIIBHO MOJU(HUIIMPOBAHA B CPABHEHUH C 3TUM DJIECMEHTOM APYTUX JAUAIICHU]L
(cM. 4.2 OcHOBHBIE YEpTHl CTPOCHHUS MO3TOBOM KOPOOKHM COBPEMEHHBIX KpPOKOIHIOB). Q
KPOKOJMJIOB SIBJISIETCSI CIIOKHBIM OKOCTEHEHHEM, KOTOPOE BKIIIOYACT MPAKTUYECKU TOJHOCTHIO
HEOHOKBAIPATHBIN XPSIIll, & TAKIKE NOTIOTHUTEIBHBIC IepPMAIbHBIC 3a4aTKH SMOPHOHOB — lamina
palatoquadrati anterior (Klembara, 2004; Holliday, Witmer, 2008, 2009). Q umeer HIOBHBIE
KOHTAaKThl C TPAKTHYECKH BCEMH DJIEMEHTAMH HEHPOKpaHMyMa, a TakKe C KPBUIOBUIHBIMHU,
TEMEHHBIMU U delyiuaTeiMu KocTsmMu (Puc. 3 u 4). JlarepanpHas U BeHTpasibHasl IOBEPXHOCTU
Q UMEIOT BBIpaXXEHHbIE TPEOHU JUTsl KPETUICHHSI CBSA30K M MBIIII-a1TyKTOPOB HIYKHEH 4eTI0CTH
(Iordansky, 1964, 1973; Holliday, Witmer, 2007, 2009). Q cocTOUT M3 CIEAYIOMUX OCHOBHBIX
gacteil: (1) TOJNOBKM | CIYyXOBOTrO OTpOCTKa; (2) mepemHemopcaibHOTO OTpocTKa; (3)
nepeTHEMETHAIBHOTO OTPOCTKA; (4) KPBUTOBUIHOTO OTPOCTKA; (5) 3aAHEIOPCATBHOTO OTPOCTKA;
1 (6) Tema ¢ YEMFOCTHBIMHU MBIIIETKAMH.

KopoTtku ymrHo# oTpocTok (otic process) 3arudaeTcs 3aHe0PCATHHO B BUJIE TIOJyMECsIIa U
OKaH4YMBaeTcs HeOoJbIIoi TojoBkoi (capitulum/quadrate head) (Figure 22C, G). Otu ydactu
OKOCTEHEBAIOT SHJOXOHIPAIbHO ¥ TOMOJIOTUYHBI TOJIOBKE KBAaJIPATHON KOCTH JIPYIHX TUATICH]
(Walker, 1990; Klembara, 2004). YurHo# OTpOCTOK M ToJIoBKa (DOPMUPYIOT TEPEAHIOI YacTh
Hapy>KHOTO clyXxoBoro otBepctus (external auditory meatus) u 3aKBaipaTHOTO OTBEPCTHUS IS
BHUCOYHOTIa3HUYHBIX cocynoB (Puc. 3, 5, u 22C, G) (Walker, 1990; Montefeltro et al., 2016).
['onmoBka Q mokpeITa XpAMIOM U (GOPMHUPYET CHHOBHAJIBHOE (HO HEMOJBIIKHOE) COWICHEHHE C
yenryiuaToit kocTeio (otic joint) (Holliday, Witmer, 2008).

Briepenu oT CiyXOBOTO OTPOCTKAa HAXOAUTCS MepelHEI0pCalbHbI oTpocTok (anterodorsal
process), KOTOpbIi (OPMHPYET MPOAODKUTENBHBI KOHTAKT C YElIyH4aTol KOCThIO M YacTb
JaTepalbHOro Kpas BepxHed BucodHoi sMbl (Puc. 22 C, E, G). JlopcoBeHTpallbHO BBICOKHUN U
KOPOTKHI mepeaHeMeanaIbHblii oTpocTok (anteromedial process) HaxoguTcs BHEpeaH OT
ciyxoBoro orpoctka u tena Q (Puc. 22 E, H). On ¢popmupyet 60b11yt0 yacTb OOKOBOI CTEHKH
MO3rOBOH KOpOOKM M Y4YacTBYeT B OOpa3oOBaHMM TIJIA3HMYHOBHCOYHOTO OTxEeNa 4deperna. B
YaCTHOCTH, IEpeJHeMEINATbHbI OTPOCTOK (OPMHUPYET 3aJHUN Kpall KPYIMHOTO BHEUIHETO
TpoitHnuHOro oTBepcTUs (maxillomandibular foramen), B KOTOPOM JIeKHUT TPOHHUYHBIN TaHTIIUIA
U OTXOJSIIIME OT HEro BEPXHEUENIOCTHAS M HI)KHEUETIOCTHAsh BETBU TpoitHMuYHOro Hepsa (CN
Vu-Vi) (Puc. 3 u 22) (Holliday, Witmer, 2007, 2009). IlepennemenuanbHbIii OTPOCTOK
COOTBETCTBYET CHEIU(DUIESCKOMY JIepMaTbHOMY OKOCTeHeHHIO 3MOpuoHa (lamina palatoquadrati
anterior), KOTOPOE OTCYTCTBYET y Ipounx coBpeMeHHBIX auancu (Klembara, 2004).

Teno Q cocTaBNAIOT OCHOBHYIO YacTh JIEMEHTAa U OKAHYMBAETCS YETIOCTHBIMU MBIIIEIKAMU
(Puc. 22C, D). KpbumoBuAHBI OTPOCTOK OTXOIUT BEHTpadbHO OT Tena Q, dopmupyer
BEHTPAJIbHBIN Kpaill Hapy>KHOTO TPOMHUYHOTO OTBEPCTUS U COUIEHSAETCS C KPBUIOBUIHOU M
VITHO3aThUIOYHON KOCTAMH U mapabaszucenonnom (Puc. 22E, H).

Teno Q dopmupyer BEHTpaJbHBIA Kpall HapYXHOTO CIYXOBOI'O OTBEPCTHSI W HMMEET
HEOOJIBIIION JopcaabHO HAmpaBIeHHBIM oTpocToK (otic buttress) (Puc. 22C, G) (Montefeltro et
al., 2016). Cnemuduueckas COCIMHHUTEIBHOTKaHHAs MemOpaHa (suspensory plate)
OPUKPEIISIeTCS K OSTOMY OTPOCTKY U OTHENSEeT HEMOCPEACTBEHHO VIIHYIO BBIPE3KY OT
HaXOJSIIUXCS C3aAM OT Hee HEHpOBACKYISIPHBIX KaHajioB (BUCOYHBIA KaHal U
KpaHuKBagpatHeii mpoxon) (Montefeltro et al.,, 2016). 3agHemopcalmbHBIA OTPOCTOK
(posterodorsal process) oTxoauT oT Tena Q c3aaM OT HApY)KHOTO CIYXOBOTO OTBEPCTUS U
KOHTAKTUPYET C YeUIyH4aToi KOCThIO M JUCTAJIbHBIM KOHIIOM MapOKIMIHUTAIBHOTO OTPOCTKA
ymHo3aTeiouHoi koctu (Puc. 4, 22C, D, G). DT KOHTaKThl SIBISIFOTCSI XapaKTEPHBIMU AJIs
IPOJABUHYTHIX KPOKOAUIOMOP(® H €331 OIpaHMYMBAIOT HapyXHOe ciryxoBoe orBepctue (Pol et
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PUCYHOK 22 Amnatomms kBaapaTHOW koctu (quadratum) kpokomuiioB. A-B, BcraBka,
MoKasbIBaromas 00yactb uHTEpeca Ha Alligator mississippiensis (DVZ M 4/13). C-F, quadratum
A. mississippiensis (DVZ M 4/13) C, nopcanbnbiid, D, 3agauii, E, neBeii marepanbHbiid, F,
MenuanbHbeId BUABL G-I, quadratum HOBOpokneHHoro Caiman crocodilus (PIN cpaBHUTEIBHAS
KOJUTeKIUs, 0e3 Homepa) G, popcanbHblid, H, neBwlil naTepanbhbiid, I, Meauansabiid Buasl. AdP,
anterodorsal process; AmP, anteromedial process; CN Vi, maxillomandibular foramen; CQP,
cranioquadrate passage; CrA, muscular crest A; CrA’ muscular crest A’; CrB, muscular crest B;
EAM, external auditory meatus; H, quadrate head; InfPR, infundibular pneumatic recess; LC,
lateral condyle; LsFac, laterosphenoid facet; MBQ, main body of quadrate; MC, medial condyle;
OtB, otic buttress; OtoFac, otoccipital facet; OtP, otic process; PbsFac, parabasisphenoid facet;
PdP, posterodorsal process; PFac, parietal facet; PhTFos, pharyngotympanic pneumatic fossa;
PQF, postquadrate foramen; ProFac, prootic facet; PtFac, pterygoid facet; PtP, pterygoid
process; QjFac, quadratojugal facet; QPR, quadrate pneumatic recess; SF, subtympanic foramen;
SqFac, squamosal facet; Syph, pneumatic siphonium; TFos, temporal fossa. Jluneliku
pasusitores 1 eMm (s C- F) u 5 mm (ans G-1).



PUCYHOK 23 CpaBHeHue kBagpaTHbIx Kocter (quadratum) kpokomuios. A, C, E, G, | neBbIit
narepaneubld Bun; B, D, F, H, ] mennansubiii Bua. Kaxnmas napa Bxkimowaer 3D mopenu
HETPO3PaYHO KOCTH H MOJYITPO3PAYHON KOCTH ¢ KOMITBIOTEPHBIMHU SHIOKACTAMH OKPY/KAFOIIUX
HEHPOBACKYJSIPHBIX W THEBMAaTUYECKUX CTPYKTYp. A, B, Alligator mississippiensis (DVZ M
4/13); C, D, Crocodylus novaeguineae (DVZ M 9/13); E, F, Mecistops cataphractus (DVZ M
6/13); G, H, Osteolaemus tetraspis (DVZ M 7/13); 1, J, Gavialis gangeticus (ZIN 7249). InfPR,
infundibular pneumatic recess; QPR, quadrate pneumatic recess; Syph, pneumatic siphonium
(extension of quadrate recess). JIuneliku papastorcs 1 cm.



al., 2013; Montefeltro et al., 2016). KpannokBaapaTHbIii MPOXOJI COOTBETCTBYET OOpo3ae Ha
BHYTpPEHHE (3aHEMEIHaIbHON) YacTH KBaJIpaTHOW KOCTH MEXKIY 3aJHEIOpCAlbHBIM U
KpbUTOBUAHBIM oTpocTkamu (Figure 22F, I).

Q KpOKOJHUJIOB COACPXKUT HECKOJbKO MHEBMaTHUYeCcKuX mojiocTel. Ha MemuanbHOM
MOBEPXHOCTH KOCTU NPUCYTCTBYET oOmmpHas aenpeccust (pharyngotympanic fossa), kotopas
COOTBETCTBYET OOKOBOI CTEHKE OOIIMPHON MOJIOCTH CpeaHero yxa (pharyngotympanic recess)
(Puc. 22F, I). Ot »aToii nmempeccuu BHYTPh KOCTH 3aXOISAT JBE CUCTeMbl mosocteit: (1)
uHpynauOynsapHas nonocts (infundibular recess), nexamiast B paiioHe CIyXOBOTO OTPOCTKAa U
OTKPBIBAIOIIASCS HAPYXKY cyOMeMOpaHHBIM OoTBepcTHeM (subtympanic foramen); (2) u nexaras
K334 KBajJpaTHas moyiocth (quadrate recess) B Tene koctu (Puc. 22 u 23) (lordansky, 1973;
Dufeau, Witmer, 2015; Montefeltro et al., 2016). KBaapaTHas moysocTs UMEET IIUHHYIO TOJIYIO
SMUTETUATBHYIO TPYOKY (siphonium), KOTOpasi MPOXOIUT Yepe3 BCE TEJI0, OTKPHIBACTCS HAPYKY
B paiioHe MEeIMATBFHOTO YEIIOCTHOIO MBIIENKA, BXOAUT B COUJICHOBHYIO KOCTh HIDKHEW 4eNt0CTH
u (opmMupyeT BHYTPH HEE COOTBETCTBYIONIYIO THEBMATHUECKYIO MOJIOCTh (articular recess) (Puc.
23) (Iordansky, 1973; Dufeau, Witmer, 2015).

5. OBCYKJIEHUE

5.1 CpaBHeHHe aHATOMHH MO3TOBBIX KOPOOOK COBPEMEHHBIX KPOKOINJIOB: BbIsIBJIeHHE
HOBBIX MPU3HAKOB, MOTEHIIHAIbHO HH(OPMATHUBHBIX /i1 (PUIOTEeHETHYECKOT0 AHATH3A

B nenoMm, Mo3roBbie KOPOOKH pa3IMUHBIX TAKCOHOB COBPEMEHHBIX KPOKOAMUIOB UMEIOT CXOIHOE
CTpOCHHE U O0JIaZal0T KOMIUIEKCOM ayTarnoMOP(HBIX NPU3HAKOB, JTaBHO M3BECTHBIX JUIS
Crocodylia u Crocodylomorpha (cm. 4.2 OcHOBHBIE YepThl CTPOCHHS MO3TOBOH KOpPOOKH
coBpeMeHHbIX kpokoaunoB). H.H. Hopmanckuii (lordansky, 1973) BmepBwie mpuBen oOIue
JTAaHHbIE 0 BapuaOMIBHOCTH CTPOCHHUSI MO3TOBOM KOpoOKkH B npezenax kianapl. Clark (1986, 1994)
u Brochu (1999, u nocneayromme padoThl) BKIIOYUIN HEKOTOPBIC MPU3HAKA MO3TOBOM KOPOOKH
B ux ¢umorenernueckue aHamusbl Crocodylomorpha u Crocodylia. OnmHako aeTanbHBIC
pa3nuuMsi B CTPOSHUM MO3TOBOM KOPOOKH pAa3MYHBIX TAaKCOHOB ObLIM €1a00 OCBELIEHBI B
OpenbIIyluX uccienoBaHusXx. KOHKpeTHble TpPU3HAKM CTPOGHUSI HEHpOKpaHMyma, B
OCOOCHHOCTH €ro SHJOKPAaHHWAJbHOW dYacTH, HMEIT cjaboe MPEeICTaBUTEIbCTBO B
ONMyOJIMKOBAHHBIX  TAKCOH-TPU3HAKOBBIX  MaTpulax s  (PUIOTeHEeTHYeCKOro  aHajau3a
Crocodylia — mpumepno 10-12% Bri6opku (Brochu, 1999; Brochu, Storrs, 2012; Narvéez et al.,
2015). Kpome Toro, HEKOTOphIC MPU3HAKA M MX KOIUPOBKHM (Hampumep, 161, 165, u 167 u3
ananm3a Brochu, Storrs, 2012) TpeOyroT mepecMoTpa B COOTBETCTBHE C JAHHBIMU HACTOSIIETO
HCCJIETOBAHMUS.

B nanHOll wactu s 00CyX/Jai0 HEKOTOpblE aHATOMUYECKHE MPHU3HAKU, KOTOpbIE OBLIU
BBISIBJICHBI B XOJI€ IAHHOTO MCCIIEIOBAHUS U MOTYT OBITh MOTEHIIMAILHO WH()OPMATUBHBIMU JJIsI
¢mtorenernyeckoro aHanuza kiuansl. OOCyKIEHHE CTPOMTCS Ha TMPHHLIUIAX CPaBHUTEIBHO-
AHATOMHMYECKOTO aHalu3a, T.K. 10 BKIIOYEHHS B (PMIOTCHETUYECKUN aHAJIU3 M PaCCMOTPEHHUS
UCKOIaeMbIX (OpM HENb3s YTBEpXKIaTh C YBEPEHHOCTHIO, SIBIISIIOTCS JIM YKa3aHHBIE YepTh
CUHANIOMOP(USAMH WIH ayTaoMOPPUSIMHU ONPEEICHHBIX TPYII. B JaHHBIN MOMEHT 51 paboTaro
Haja peBu3uell QuioreHeruueckoil marpuubl Crocodylia, Kyna IUIlaHUPYIO BKIIOYHMTH 3TH U
IpyTHe Mpu3HaKku Helpokpanuyma kpokoauioB (Kuzmin, in prep.).

Heckonpko MpU3HAKOB KacaeTcsi CTPOCHUS TIa3HMYHOBHCOYHOTO OTxAena deperna. KoHTaKT
NEPEAHECYIIHON U KPBUIOBUIHOM KOCTEH BEHTPAIbHO OT TPOMHUYHOIO OTBEPCTUS IIPUCYTCTBYET
y Gavialis, Tomistoma W OONBIINHCTBA AITUTATOPHUI (BO3MOXKHO, HCKMoUass Paleosuchus) n
CTaOWJIBHO OTCYTCTBYET y TaKuX Kpokomwmmn kak Crocodylus, Mecistops, u Osteolaemus (Puc.
3). Kpome Ttoro, Gavialis v Tomistoma OTIWYalOTCA OT MPOYMX COBPEMEHHBIX KPOKOIHMIIOB



3aMETHBIM BBIXOJIOM TEPEAHEYITHON KOCTH Ha OOKOBYIO CTEHKY MO3TOBOW KOPOOKH B paiioHE
tpoitnnuHoro orBepctusi (Puc. 3) (Iordansky, 1973; Brochu, 1999). PazButue 60xoBoro mocra
OOKOBOW KJIIMHOBUJIHON KOCTH SIBIISICTCSI B OIPENEICHHOW CTENEeHHM BapHaOENbHBIM Y pPa3HbIX
BUJIOB KPOKOJWJIOB (M MEXBHAOBAas, 1 BHYTPHBHIOBas BapuabeabHOCTh). HecMoTps Ha 3TO,
pa3BUTHIE OOKOBOM MOCT, BEHTPAIbHO KOHTAKTHPYIOUIMH C KPBUIOBUAHBIMU KOCTSMH,
cTabunpHO MPUCYTCTBYET y ayumratopun (Alligator, Caiman, Paleosuchus, Melanosuchus) n 'y
oonpmHcTBa BUAOB Crocodylus (mo 80% BwIOOpKH). B TO ke Bpems, Mecistops, Osteolaemus,
Tomistoma u Gavialis MUMeOT peaylIUpPOBaHHBIE OOKOBBIE MOCTBI, KOTOPbIE HE JOCTHTalOT
KPBUIOBUIHBIX KocTel BeHTpaibHO (Puc. 3 u 9).

[laTTepH KOHTaKTOB KOCTe Ha JHE BHCOYHOI'O KaHala TaKXKe pa3InyaeTcs Cpeau
coBpeMeHHBbIX KpokoamioB (Puc. 6). Oba coBpemeHHbIX Buma Alligator (A. sinensis u A.
mississippipenis) WMEIOT IIHPOKUN JOPCATBHBIA OTPOCTOK TMEPEAHEYITHON KOCTH (prootic
buttress), KOTOpPBI 3aMeTHO pa3AeiseT KBaJpaTHYI0O U BEPXHEBUCOYHYIO KOCTH. Brixon
JIOPCAIBHOTO OTPOCTKA MEepeJHEYITHOW KOCTH Ha JHE BHCOYHOI'O KaHajla MEHbIIE Y KaliMaHWH
(Caiman, Melanosuchus, n Paleosuchus), Mecistops u noxHoro raBuana Tomistoma. Y 3THX
TaKCOHOB KBaJpaTHasi KOCTh MPUOIMKAETCs K BEPXHE3aTbUIOYHON U MHOrAa (popMupyeT ¢ Hel
KOpoTkuii KOHTakT. Y Crocodylus, Osteolaemus w Gavialis 1opcaqbHBIA  OTPOCTOK
NEepeIHEYITHOM KOCTH HCKIIIOYEH W3 JHAa BHCOYHOIO KaHalla KOHTAaKTOM KBaJpaTHOM U
BEpPXHE3aThUIOYHON KocTel. OpHako 3ToT mpusHak BapbupyeT y Crocodylus: npumepro 50%
BBIOOPKH MMEIOT KOHTAKT KBaJpPAaTHOW M BEPXHE3aTHUIOYHOW KOCTEH, B TO BpeMsl Kak y JPyrou
MOJIOBUHBI BEIOOPKHU COCTOSIHHE CXOJHO C TAaKOBBIM KaiiMaHuH, Mecistops u Tomistoma.

dopma 3a7HEN TOBEPXHOCTH BEPXHE3ATHUIOYHOW KOCTH TaKXKe pa3IM4yaeTcs MEKIY
takcoHamu (Puc. 17). Y Tomistoma wu oboux BunoB Alligator 3alHE3aTBUIOYHBIE OTPOCTKU
(postoccipital processes) BHICTYNAOT Ha3ajd Aajbllle, YeM CaruTTaJbHBIN 3arpUBKOBBIM IpeOeHb;
3TH OTPOCTKU U TpeOEHb 3aMETHO OTCTOST APYT OT Jpyra B JIATEPOMEIUATbHOM HAaNpaBICHUU. Y
KpOKOAMINA (3a ucKiIoyeHueM 7Tomistoma), xaiimanuH W Gavialis 3TH TpU CTPYKTYpHI
COMKEHBI B LIEHTPE KOCTH (CarMTTAIIbHOM IJIOCKOCTH) M BMECTE BBICTYHAIOT HAa3aJ, MPH 3TOM
[IEHTpaJIbHAs YacTh 3TOr0 BBICTYyINA (CAarWTTAJbHBIA 3arpvBKOBBIN TI'peOEHb) 3aXOMUT Hazaj
nanelre OOKOBBIX YacTel (3aHE3aThIOYHBIX OTPOCTKOB). DTHU Pa3NUyMs BHIHBI U MIPU B3IJIAIC
Ha BEpXHE3aThUIOYHYIO KOCTh cBepXY: Tomistoma u Alligator umeror W-00pa3Hblil 3a1HUI Kpai
KOCTH, TOTJa Kak JApyrue KpOKOAMIHIbI, Kaitmanuubel u Gavialis umetor U-00pa3Hblii KOHTYp
3aanero kpas (Puc. 17).

Panee pasznuuus B mapaTUMIAHUYECKOM IMHEBMATHU3allMM dYepena KpOKOAWIOB ObLIU
oTMeueHbl B psane padot (Tarsitano, 1985; Dufeau, 2011; Gold et al., 2014; Dufeau, Witmer,
2015; Serrano-Martinez et al., 2019). Dufeau (2011) u Dufeau u Witmer (2015) npeanonaranm,
YTO OSTU pa3IUyusl CBA3aHBl C OMOMEXaHMYECKHMMM OTrPaHMYEHHUSIMH CTPYKTYphl depena u
OKPYKAIOIIMX MSITKUX TKaHe (MBIIIIbI, MO3T, HEHPOBACKYJISIPHBIE AJIEMEHTHI) PAa3HBIX BUIOB,
CBA3aHHBIX B KOHEYHOM CUET€ C DKOJOTMYEeCKOW HHIIEeH BHAAa M MPUCIIOCOONICHHEM K
onpezeneHHOMY Tuny mnuTaHus. OJHAKO, 3TH pa3auuus B ITHEBMATH3allMd HMEIOT, IIO-
BUJIUMOMY, ¥ (DUIJIOTEHETUYECKHUI CUTHAJI, YaCTUYHO MPOJEMOHCTPUPOBaHHBIA B padotax Gold
et al. (2014) u Serrano-Martinez et al. (2019). S mpeamonararo, 4TO KOHEUHBIH MATTEPH
MMHEBMATHYECKUX ToocTeld B uepene kpokomuina (Puc. 24-27) saBmsercss pe3ynbTaTOM €ro
(buUIOreHeTUYECKOro HaCcIeACTBAa, MEXaHU3MOB HHIUBUAYAIbHOIO Pa3BUTHUS, BO3pacTa ocodu, a
TaKkke OMOMEXaHUYEeCKUX OTPaHUYCHUH, HaJlaraeMbIX SKOJIOTHUECKOM HUILIEH.

CpaBHeHHe TIOKa3bIBaeT, 4To npeacraButenu Alligatoridae nMeroT camyro pa3BUTYIO CUCTEMY
napaTUMIIAaHUYECKUX TIOJIOCTeH B MO3TOBO KOpOOKE cpelu BCEX COBPEMEHHBIX KPOKOAMUJIOB
(Puc. 24-27). Y annuratopuz cTaOMIBHO NMPUCYTCTBYET IMHEBMATHUYECKUE MOJIOCTH B OOKOBBIX
KJIMHOBUIHBIX, IEPETHEYIIHBIX U KPBUIOBHIHBIX KOCTSIX Ha MPOTSHKEHUE BCETO OHTOTEHE3a.
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PUCYHOK 24 Amnatomusi MapaTHMITAHUYECKUX ITHEBMATHYECKHUX IIOJOCTEH KpPOKOIUIIOB,
JIEBBIN JIaTepalbHBIA BHUJ. A, BCTaBKa, TMOKa3bIBamIIas obOnacte uHTepeca Ha Alligator
mississippiensis (DVZ M 4/13, nonynpospaunsiit). B, A. mississippiensis (DVZ M 4/13); C,
Mecistops cataphractus (DVZ M 6/13); D, Crocodylus novaeguineae (DVZ M 9/13); E,
Osteolaemus tetraspis (DVZ M 7/13); F, Gavialis gangeticus (ZIN 7249); G, Tomistoma
schlegelii (ZMMU MSU R-13859); H, Caiman yacare (ZMMU MSU R-6967). BoPR,
basioccipital recess; EAM, external auditory meatus; EtPR, recessus epitubaricus; InfPR,
infundibular recess; IntPR, intertympanic recess; LsPR, laterosphenoid recess; MPh, medial
pharyngeal canal; OtoPR, otoccipital recess; PbsPR, parabasisphenoid recess; PhT,
pharyngotympanic canal; PhTPR, pharyngotympanic (middle ear) cavity; PPR, parietal recess;
PrcPR, precarotid pneumatic recess; ProPR, prootic facial recess; PtPR, pterygoid recess; QPR,
quadrate recess; RhPR, rhomboidal recess; RPR, rostral recess; ScPR, subcarotid recess; Syph,
siphonium. He B macmira6e.
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PUCYHOK 25 AmnaroMus napaTUMIAHUYECKMX ITHEBMATHUUYECKHUX IIOJIOCTEH KPOKOIMUIIOB,
JIOpCalbHBIN BHUJI. A, BCTaBKa, IMOKa3bIBaloIas 00JacTh WHTEpeca Ha Alligator mississippiensis
(DVZ M 4/13; nmonynpospaunsiii). B, A. mississippiensis (DVZ M 4/13); C, Mecistops
cataphractus (DVZ M 6/13); D, Crocodylus novaeguineae (DVZ M 9/13); E, Osteolaemus
tetraspis (DVZ M 7/13); F, Gavialis gangeticus (ZIN 7249); G, Tomistoma schlegelii (ZMMU
MSU R-13859); H, Caiman yacare (ZMMU MSU R-6967). BoPR, basioccipital recess; EAM,
external auditory meatus; InfPR, infundibular recess; IntPR, intertympanic recess; LsPR,
laterosphenoid recess; MPh, medial pharyngeal canal; OtoPR, otoccipital recess; PbsPR,
parabasisphenoid recess; PhT, pharyngotympanic canal; PhTPR, pharyngotympanic (middle ear)
cavity; PopC, paroccipital cavity; PPR, parietal recess; QPR, quadrate recess; RPR, rostral
recess; Syph, siphonium. He B macmrabe.
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PUCYHOK 26 Anatomusi MapaTHMITAHUYECKUX ITHEBMATHYECKUX IIOJIOCTEH KpPOKOIUIIOB,
3aIHUI BHI. A, BCTaBKa, MOKa3bIBaroImas obmacte uaTepeca Ha Alligator mississippiensis (DVZ
M 4/13; nmonynpo3paunsiii). B, A. mississippiensis (DVZ M 4/13); C, Mecistops cataphractus
(DVZ M 6/13); D, Crocodylus novaeguineae (DVZ M 9/13); E, Osteolaemus tetraspis (DVZ M
7/13); F, Gavialis gangeticus (ZIN 7249); G, Tomistoma schlegelii (ZMMU MSU R-13859); H,
Caiman yacare (ZMMU MSU R-6967). BoPR, basioccipital recess; IntPR, intertympanic recess;
MPh, medial pharyngeal canal; OtoPR, otoccipital recess; PbsPR, parabasisphenoid recess; PhT,
pharyngotympanic canal; PhTPR, pharyngotympanic (middle ear) cavity; PopC, paroccipital
cavity; PPR, parietal recess; PtPR, pterygoid recess; QPR, quadrate recess; RhPR, rhomboidal
recess; RPR, rostral recess; Syph, siphonium. He B macmrate.
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PUCYHOK 27 Amnaromus MeAUAIbHOM TJOTOYHOM NHEBMAaTWuyeckoW mojoctr (medial
pharyngeal recess) kpokoauinoB. A, C, E, mapabasuchenoun noopoxiaeHHoro Caiman
crocodilus (PIN cpaBHHTeNbHas KOJUIEKIUS, 0e3 HoMepa) A, BeHTpanbHbIN, C, nopcanbHbId, E,
NeBblid NatepanbHbld Buabl. B, D, F, mapabasuchenoun B3pocmoro Caiman yacare (ZMMU
MSU R-6967) B, Bertpanbubiid, D, nopcanbhsiii, F, neBwiii natepanpablii Buasl. Kaxkaas mapa
BKItouaeT 3D Momenu Hempo3padyHON KOCTH U TOJYMPO3PAYHON KOCTH C KOMIBIOTEPHBIMU
SHJIOKACTaMU OKPY)KAIOIIUX HEHPOBACKYJSAPHBIX M MHEBMaThueckux cTpykTyp. aCC, cerebral
carotid artery; CN VI, abducens nerve; CN VI, palatine branch of the facial nerve; EtPR,
pneumatic recessus epitubaricus; HypFos, hypophyseal fossa; MPh, median pharyngeal
pneumatic canal; PbsPR, parabasisphenoid pneumatic recess; PocPR, postcarotid pneumatic
recess; PrcPR, precarotid pneumatic recess; RPR, rostral pneumatic recess; ScPR, subcarotid
pneumatic recess. JleBas nunelika paBasietcs 5 mm (s A, C, E); nmpasas (nns B, D, F) — 1 cm.



Kpome Toro, st monoctd UMEIOT OOJbIIE CBS3€H APYr C JpPYroM; TakK, y aJIUraToOpunl
CTa0MJIBHO HPUCYTCTBYET CBSI3b IOJIOCTEH B TEMEHHOW KOCTH C MEXYUIHBIMH MOJOCTSIMH B
NEepeHEYIIHBIX KOCTAX, OTCYTCTByIOWIass y Kpokoawmuna u Gavialis. BHyTpeHHHE mosocTu
KBaJpaTHON KocTu (MHDYHAUOYIApHAS U KBaJapaTHAsI) UMEIOT OTHOCUTEILHO 0OJiee KPYITHBIN U
pa3Mep M CBsI3aHbI APYT € APYroM Ha MPOTSKEHUH Bcero oHToreHesa (Puc. 23).

B To e Bpems, cucTemMa mapaTUMIIAHUYECKUX IOJIOCTEH B3POCHbIX (TOCie KPaHUAIBHOTO
meTamopdo3a sensu Tarsitano, 1985) kpokomwmn u Gavialis MeHee pa3BUTa B CPaBHCHHH C
anuraropugamu  (Puc. 24-26). Hampumep, mosoctd B KPBUIOBHAHBIX KOCTSAX WM CBS3b
TEMEHHOM M MEXYIIHOW TMOJIOCTeH (4Yepe3 MEepeaHEYIIHYI0 KOCTh) OTCYTCTBYIOT y BCeEX
npezncrasuteneit Crocodylidae u y Gavialis. [Tonocti B 60KOBBIX KJIMHOBUIHBIX KOCTSIX U CBSI3b
MEXy TIOJIOCTSIMU BHYTPHU KBaJpaTHBIX KOocTel oTcyTcTBYeT y Crocodylus, Gavialis, Mecistops
u Tomistoma (Puc. 23). Hanuuue nByx mociaeaHUX MHEBMATHYECKUX CTPYKTYP XapaKTEPHO s
OCTEOJIEMUH CpeIu KpOKOAMINT (MpUCYTCTBYIOT y Osteolaemus u BeiMepiiero Voay). Jluuesas
MOJIOCTh B TEPETHEYIIHOW KOCTH CTaOWUJIBLHO OTCYTCTBYET y ocobeit Crocodylus, Mecistops, n
Tomistoma moclie KpaHUAIbHOTO MeTamop(do3a, B TO BpeMsl KaK y B3pPOCIBIX OCTEOJIEMHUH U
Gavialis aTa monocts npucyrcTByeT (Puc. 11).

HekoTopsie U3 onMCcaHHBIX B JAHHOM HCCIEIOBAHUU MPU3HAKOB MOTYT OKa3aThCsl BaXKHBIMHU
JUTsL pa3penieHus npo0aemMbl GUIOTEHETHUECKOTO MOJI0KEHHSI COBPEMEHHOT'O FaHICKOT'0 raBralia
Gavialis gangeticus (cM. 2.4 dunoreHeTnueckre KOHIENINKA). B Xoae qaHHOTO MCCIeI0BaHus
OBUIM BBISIBICHBI CIEAYIONIME MPU3HAKKM MO3TOBOM KOpOOKH, mpucyTcTBywomue y Gavialis n
coBpemeHHbIX Crocodylidae, HO cTabuapHO OTCyTCTBYIONME y coBpeMeHHbIX Alligatoridae: (1)
penylMpOBaHHBIA HAa0Op MHEBMATHYECKUX TMOJOCTEH; (2) peaylupOBaHHBIA IOpPCaTbHBIN
OTPOCTOK IMEPEIHEYIIHON KOCTH U HAJIMYWE KOHTAKTa KBAIPATHOW U BEPXHE3ATHIJIOYHOM KOCTEMN
Ha JIHE BHCOYHOTO KaHaJlia y HEKOTOPBIX BHIOB/0ocobeii; u (3) xapakrepnas (opma 3amHeit
MIOBEPXHOCTH BEPXHE3ATBUIOYHOM KOCTU CO CONMKEHHBIMH 33/IHE3aThIJIOYHBIMH OTPOCTKAMHU U
CaruTTaJbHBIM 3arpPUBKOBBIM TI'peOHEM, KOTOpBIE BMECTE BBICTYHaroT Haszaa. Kpome Toro,
Gavialis n Tomistoma WMEIOT KOHTAKT TIEPEIHEYIIHON M KPBUIOBUAHOM KOCTEH TMOJ
TPOMHUYHBIM OTBEPCTUEM, OONBIIMN BBIXOJ NEPEAHEYIIHOW KOCTH Ha OOKOBYIO CTEHKY
MO3TOBOM KOPOOKM U peaylUpPOBAHHBIH OOKOBOH MOCT OOKOBOW KIMHOBHJIHOW KOCTH.
Brutouenune 3tux mpusHakoB B QuioreHerndyecku anainu3 Crocodylia BeposSTHO mpuBeneT K
U3MEHEHUI0 TonoxkeHuss Gavialis W TIOMOXET TOIYyYUTh KOHCEHCYCHYIO THIOTE3Y O
POJZICTBEHHBIX CBA3SIX KJIaJbl, HE IPOTUBOPESAIYIO MOJIEKYISIPHBIM JAHHBIM.

5.2 Evo-devo runore3sl 0 cTpoeHHH M03roBoii kopooku Crocodylomorpha

CoBpeMeHHbIE KPOKOAMIBI UMEIOT YHUKaJIbHOE CTPOCHHME MO3TOBOIl KOPOOKH Cpeiau MpOoYuX
nuaricun: (1) cuHoBHanmbHOE Ga3anbHOE (0A3MMNTEPUTOUIHOE) COUJICHEHNUE Yepera OTCYTCTBYET,
U 0a3uKpaHUYM MPOYHO COWIEHEH C KPBUIOBUIHBIMU KOCTSMHU IIOBHBIMH KOHTakTaMu; (2)
KBaJIpaTHast KOCTh CHUIbHO HAKJIOHEHA BIepe] M MPOYHO 3aUKCHPOBAHA IIOBHBIMU KOHTAKTaMU
c OOJNBIIMHCTBOM 3JEMEHTOB HeWpokpaHuyma, M (3) YIIHO3aTBUIOYHBIE KOCTH HMMEIOT
BEHTPOJIATEPAIBHBIE OTPOCTKH, KOTOPHIE 3aKII0YAI0T HEUPOBACKYISPHBIC DJIEMEHTHI 3aThUIKA B
y3KHE KOCTHBIE KaHAJIbl U JONOJHUTEIBHO KOHCOMUIUPYIOT uepen (cM. 4.2 OCHOBHBIE YEpThI
CTPOCHUSI MO3TOBON KOPOOKH COBPEMEHHBIX KPOKOAWIIOB). B ¢uioreHeTn4eckoil mepcrneKTuBe
3TH KIIIOYEBBIE YE€PThl MO3TOBOI KOPOOKU KPOKOMJIIOB MOSIBHIIUCH JOCTATOYHO PAHO M OBICTPO B
HBOJIIOIMH TPYIIBI cpeau 6a3anbHbIX npeacraBureneil Crocodylomorpha (Busbey, Gow, 1984;
Clark, 1986; Walker, 1990; Clark et al., 2004; Pol et al., 2013; Leardi et al., 2017, 2020; Herrera
et al., 2018; Kuzmin, unpublished data). DBomronusi akKMHETUYECKOTO W KECTKOTO dYepemna
CBSi3aHA C paHHEH nauBepcuduKanued KpoKoAWIoMopd B TEUEHHWE ME30308 U pa3BUTHEM
Pa3IUYHBIX MEXaHU3MOB MOTPEOJICHUS MUIIH, JBUKCHUS YENIOCTeH U CHIION yKyca, KOTOphIe
3aBsi3aHBI HA KOHCOJIMIAIMIO 3aThUIOYHOM yacTu yeperna u Heba (Pol et al., 2013).



OTU OBICTPBIC HBOJIOIMOHHBIE W3MEHEHHS MO3TOBOW KOPOOKH KPOKOAMIOMOP(Q IOJKHBI
OBUTM  CONpPOBOXKIATHCS ~ TIyOOKMMH  TIEPEeCTpOMKAMH  WHIUBUIAYaTbHOTO  Pa3BUTHUS
XOHJPOKpaHUyMa SMOpHOHOB. OYEBHUIHO, YTO MBI HE MOKEM H3yUUTh SMOPUOTEHE3 BHIMEPIIIHX
TaKCOHOB, OJTHAKO PAa3BUTHE Yeperna COBPEMEHHBIX KPOKOAMIOB OBLJIO HCCIEIOBAHO JOCTATOYHO
neranbHO (Parker, 1883; Shiino, 1914; Kesteven, 1957; Miiller, 1967; Bellairs, Kamal, 1981,
Klembara, 1991, 1993, 2001, 2004, 2005; Rieppel, 1993; Lima et al., 2011; Fernandez Blanco,
2019; Viera et al., 2019). Otu pa®oThl MPEAOCTABIAIOT AOCTATOYHO JAHHBIX 00 AMOpHOreHe3e
COBPEMEHHBIX BHUJIOB, KOTOPBIE CIIOCOOCTBYIOT TOHUMAHUIO MEXaHU3MOB TIEPECTPONKH Pa3BUTHS
MO3TOBOM KOPOOKH KPOKOAMIOMOPG U MPUOOPETEHHUIO y HHUX B XOJE IBOJIOLNHUU KOMILIEKCA
XapaKTepHBIX MPU3HAKOB HEHPOKpaHUyMA.

XpsmieBble 0a3UNTEPUTOUTHBIC OTPOCTKU MPUCYTCTBYIOT HAa PAHHHUX CTAIUSX PA3BUTHUS A.
mississippiensis (Klembara, 1993) u, nmo-BuguMomy, Ipyrux COBPEMEHHBIX KPOKOIUIOB (Troots
of infrapolar processes B Bellairs, Kamal, 1981) (Puc. 28E). B nmocnencTBun, oHU MOTHOCTHIO
CIIMBAIOTCSI C OKOCTEHEBAIOIIMMHU TOJIAPHBIMU Xpsimamu (polar cartilages) W HECKOJIBKUMU
JepMaJbHBIMM  3adaTkamMu (HemapHbIM  parasphenoideum, mapuHbiMu basitemporalia wu
paracochlearia) Ha mo3gHUX cTaausx sMOpuoHanbHOro pasButus (Klembara, 1993). Hamuume
NOJSIpHBIX  Xpsinied (= infrapolar processes HEKOTOPBIX aBTOPOB) SBIIETCS XapaKTEPHOU
0COOEHHOCTBIO XOHJpokpanuyma KpokoawioB (Bellairs, Kamal, 1981). Ilomspubie Xpsimu
SBIISIIOTCSL ~ OTHCNIBHBIMU ~ DJIEMEHTaMH, KOTOpPbIe TPUKPEIUIIOTCS K  3agHed  YacTH
0a3UNTEPUTOUIHBIX OTPOCTKOB M B uTore ciuBaroTcs ¢ HUMHU (Klembara, 1993) (Puc. 28E).
[Tapabazuchenon; KpOKOTWIOB TaKKe BKIIOYAET HECKOJBKO JEPMANBHBIX 3MOpPHOHAIBHBIX
3auyaTkoB  (parasphenoideum, basitemporalia, paracochlearia), KOTOpblE  COCTaBJISIFOT
3HAYUTEJIBHYIO YacTh MOJTHOCTHIO copmupoBaHHoro sementa (Puc. 28C, E). Takum o6pazom,
0a3UNTEPUTOUTHBIE OTPOCTKH TEPSIOTCS B XOAE€ SMOPHOHATBHOIO PAa3BUTHUS COBPEMEHHBIX
KPOKOJUJIOB U HE MPEACTABICHBI OTACTBHBIMU KOCTHBIMU CTPYKTypaMU Ha MO3IHUX CTaIHIX
pa3BHUTHSL.

Hexotopeie 06a3zanbHble  Kpokomumiiomopdsr (non-crocodyliform crocodylomorphs), s
KOTOPBIX ~ CTpOeHHE Oa3uKpaHMyMa W3BECTHO B  JOCTATOYHOW  CTEMEHH, HUMEIOT
JIOCPCOBEHTPAJILHO  BBITAHYTHIA  (BEPTUKAJIM30BAHHBIN) MapabdasucPeHon ¢ KpPYIMHBIMH
0a3UNTEPUTOUHBIME  OTPOCTKAMH, PACIIONIOKEHHBIMUA BEHTPAJIbHO OT 0a3aibHBIX OYrpoB
OCHOBHOI 3aThIIOUHOM KOCTU: Sphenosuchus acutus (Walker, 1990) (Puc. 28A), Dibothrosuchus
elaphros (Wu, Chatterjee, 1993), u, BepositHo, Macelognathus vagans (Ky3pMuH, pers.
interpretation puc. 6 u 11 u3 Leardi et al., 2017). 910 cruibHO MOAUPUIIUPOBAHHOE COCTOSHUE
OpsSMO HE COOTBETCTBYET CTPOCHHUIO Oa3sMKpaHWyMa B3pOCIBIX COBPEMEHHBIX KPOKOIHIIOB.
OpmHako oOmpeAeleHHOE CXOJACTBO TMPOCIEKHBACTCS B CTPOCHUH OasukpaHmyma A.
mississippiensis Ha paHHHX cragusax pasutus (Puc. 28E) u OGasukpanmyma Oa3anbHBIX
kpokogunomopd (Puc. 28A). Ha cramum 6A y Alligator nepenHsis 4acTh pPa3BUBAIOLIETO
0a3MKpaHuyMa COCTOUT U3 XPALICBBIX MOAMOPOK M OTPOCTKOB, OKPYKAIONIMX KPYITHYIO MOJIOCTh
BEHTpajbHEe IepeOpanbHON COHHOM apTepuu. DTa TMOJOCTh NPUCYTCTBYET Yy Alligator no
MOJITHOTO OKOCTEHEHHWs Oa3uTEeMIIOpAIMK M Tapaxopaaiui (B CpaBHEHHHU C 0oJiee MO3THUMHU
cragusmu paszputus B Klembara, 1993). BenTpanbHee 3T0i MOJOCTH HAXOAUTCS YyIJTMHEHHAsS
JIyTa, COOTBETCTBYIOMIAsI CPOIIEHBIM Oa3UIITEPUTOMIHBIM OTPOCTKAM W TOJIIPHBIM XpsIiaM (=
infrapolar process). I[lapabasucdenonn OazanpHOr0 Kpokoamaomopda Sphenosuchus taxxke
COCTOUT M3 TOHKHX KOCTHBIX MEPEMBIYCK, OKPYKAIOMIUX IMOJIOCTh MOJA IepeOpabHON COHHOU
aprepuell (MHeBMaTHuecKas TpecoHHas monocTh (precarotid recess); Walker, 1990).
BasunrepurongHbie OTPOCTKH KpokoauiaoMophoB Sphenosuchus w Dibothrosuchus 3ameTHO
yITUHEHBI B iepeaue3anHem Hanpasieann (Walker, 1990; Wu, Chatterjee, 1993).



PUCYHOK 28 CpaBHeHHE aHATOMHH MO3TOBOM KOpoOkHM OazambHOrOo (non-crocodyliform)
KpokogmioMopda Sphenosuchus acutus (A, B) m pasBuBaromerocs smopuona Alligator
mississippiensis (C-E). A, S. acutus, HeipokpaHuyM, JEBBIM JaTepanbHbId BUA, B, S. acutus,
CIUIAHXHOKPAaHWUYM, JIeBbI JarepanbHblil BUI; C, A. mississippinesis, 3aTbJIOYHBIA OTIEI
Helipokpannyma Ha craguu Stage 8A; D, A. mississippinesis, HEOHOKBagpaTHBIA XpsIl Ha
craguu 8A; E, A. mississippinesis, neTany pa3BUBaIOLIETo 0a3uKpaHUyMa Ha cTaguu Stage 6A.
Hepmanbabie okocTeHeHus 3atoukoBaHbl. aCC, cerebral carotid artery; aCCG, groove of
cerebral carotid artery; AdP, anterodorsal process; aOpt, optic artery; Bo, basioccipital; Bpt,
basipterygoid process; BT, basitemporal; CN V — CN VII, cranial nerves/corresponding
foramina; Ept, epipterygoid; FO, fenestra ovalis; H, quadrate head; JuxL, juxtaotic lamina; LC,
lateral condyle; Ls, laterosphenoid; MBQ, main body of quadrate; MC, medial condyle; Oto,
otoccipital; P, parietal; Pbs, parabasisphenoid; PC, polar cartilage; PCoch, paracochlear; PqAL,
lamina palatoquadrati anterior; Pro, prootic; ProAL; lamina prootici anterior; Ps, parasphenoid;
PsAP, ascending process of parasphenoid; PtP, pterygoid process; PtPPq, pterygoid process of
the palatoquadrate cartilage; R, rostrum; ScP, subcapsular process; SF, subtympanic foramen. A,
B nepepucosano uz Walker (1990); B, C nepepucoBano u3 Klembara (2004); E nepepucoBano
u3 Klembara (1993). He B macmTate.



S mpenmonarato, 4to mapacEHOWA W DIIEMEHTHI, COOTBETCTBYIOIIUE IOJISPHBIM XPSIIam
SMOPHOHOB COBPEMEHHBIX KPOKOJWIJIOB, ObUIM BKIIOYEHBI B IOJIHOCTHIO C(HOPMHUPOBAHHOE
okocTeHeHue mapabasuchenonna y Sphenosuchus wu Dibothrosuchus. TlepBas 3akianka
(mapaceHou) COOTBETCTBYET pOCTpyMy HapabasucdeHomnna, a BTopas (TMOJApHBIE XPSIIH) —
YIUTMHEHHBIM 0a3uNTepuronIHsiM oTpoctkaM (cpaBuute Puc. 28A u E). Walker (1990: ctp. 79)
OpUIien K CXOJHOW THUIIOT€3€ O TMPHPOJAEC JUIMHHBIX Oa3UITEpUTOMIHBIX OTPOCTKOB
Sphenosuchus; oqHako Ucmonb30BaHuEe TepMUHOB “infrapolar process” u “basitemporals” B ero
paboTe He COOTBETCTBYeT OoJiee MO3MHEMY U JeTabHOMY HccienoBannio Klembara (1993) u
naHHo# pabote. Hu ogHa u3 wacteii napabasucenouna Sphenosuchus wim Dibothrosuchus, mio-
BUAMMOMY, HE COOTBETCTBYET KpYIHBIM YIUIOIIEHHBIM Oa3uTeMIIOpalusM 3MOPHOHOB
COBpPEMEHHBIX KpokoamioB (sensu Klembara, 1993).

B To e Bpems, mapabaszucdeHoua Oosiee MPOABUHYTOrO 0a3albHOTO KpOKOIuiIoMopda
Almadasuchus figarii He uMeeT 0a3UNTEPUTOUIHBIX OTPOCTKOB, JOPCOBEHTPAIBHO YIUIOIIEH, U
MMeEeT JBa IUIOCKUX OTPOCTKA, HANpaBJIEHHBIX 3amHenarepaibHo (ventral plates B Leardi et al.,
2020). Takoe cTpoeHHE yIUBUTEIHHO MOXO0XE Ha CTpOoeHHE mapadazucheHouga COBPEMEHHBIX
KPOKOAMJIOB Ha TIO3IHUX CTaisX SMOPHUOHAIBHOTO PAa3BUTHA W y HOBOPOKIACHHBIX U
oBeHWIBHBIX ocobOeit (Puc. 18H-K). A mpenmonarato, uro manHbie oTpocTku (ventral plate)
Almadasuchus COOTBETCTBYIOT 3aHeNaTepabHbIM KPBUIOBUIHBIM OTPOCTKaM
napabazuceHonsia COBPEMEHHBIX KPOKOAWIOB. COOTBETCTBHE HE SIBISCTCS IMOJHBIM: B TO
BpeMsi, KaK KPBUIOBUIHBIC OTPOCTKH COBPEMEHHBIX TAKCOHOB KOHTAKTUPYIOT U C KBAJIPATHOM, U
C VYIIHO3AaTBUIOYHOW KOCTSMH M OKPYXAIOT ITHEBMATHYECKHE TJOTOYHOYIIHBIC KaHAJIBI
(pharyngotympanic canals), ventral plates y Almadasuchus KOHTAaKTHPYIOT JUIIb C
kBagpaTHeIMU KocTsiMu (Leardi et al., 2020: puc.1). HecmoTpst Ha 3T paznuuusi, 00 CTPyKTyphl
aHaTOMHMYECKH cXO/HBL. Takum obpazom, napabaszuchenoun A/madasuchus, BEposITHO, BKIIOYAI
JiepMalIbHbIE 3a4aTKU, CXOJIHBIE C 0a3UTEMITOPATHUIMHU SMOPUOHOB COBPEMEHHBIX KPOKOJIUIIOB.

OTH HaOMIONEHHS MO3BOJSIOT IPEANONIOKUTh, YTO BKIIOUEHHE KPYMHBIX JepMajbHBIX
SMOPHOHAJIBHBIX 3aYaTKOB B Mapaba3suc(GEeHOU] B XOAE WHAMBHUIYATbHOTO PA3BUTHUS MOXKET
OOBSICHATh  XapakTepHOE CTpOCHHE Oa3MKpaHWyMa MPOABHHYTHIX Kpokogwiomopd u
KpokoauaudopMm. BropuuHas BepTuUKamu3anus 0a3MKpaHHyMa KpPOKOIMIM(GOpPM MOSBHIACH B
HBOJIIOIIMOHHON MCTOPUHU TPYIIBI MOCIE BOSHMKHOBEHHUS KpaHUAIbHOro Meramopdosza (sensu
Tarsitano, 1985) B onTorenese. Takum o0Opa3oMm, BEpPTUKAIU30BAHHBIM Oa3MKpaHUYM
COBPEMEHHBIX KPOKOIMJIOB HE TOMOJIOTHYEH BEPTHUKAIbHOMY Oa3MKpaHUyMy Oa3albHbIX
kpokogunoMopd Sphenosuchus w Dibothrosuchus. Tak, y 6a3aqbHBIX KPOKOJAHIOMOP(] TOJIBKO
napabasuchenonsr 3HaunTeNbHO BepTukanuizoBad (Walker, 1990: puc. 28; Leardi et al., 2017:
puc. 6), B TO BpeMs KaK Yy B3pPOCIBIX COBPEMEHHBIX KPOKOIHMIOB M HEKOTOPBIX HCKOIMAEMbBIX
Heo3yxuil (Hanpumep, Paralligatoridae: Kuzmin et al., 2019) u mapaba3ucdenoun, 1 ocHOBHas
3aTBIJIOYHAS KOCTH JOPCOBEHTPAIHLHO BBICOKHE. B 1enmoM, BepTHKanm3anusi 0a3uKpaHHATIbHBIX
3JIEMEHTOB UMEET CJIIOKHYIO ABOJTFOIIMOHHYIO UCcTOpUIO B Tipeaenax Archosauriformes (Tarsitano,
1985; Gower, Sennikov, 1996: npusnak 7; Gower, 2002: mpusnak 17; Nesbitt, 2011: npuzHaku
97, 102; Ezcurra, 2016: mpusnak 235). Tarsitano (1985) mpeanosioxui, 4T0 BepTUKAIA3AIUS
KocTell 0a3MKpaHuyMa, BMECTE€ C HAaKIIOHOM KBaJpaTHOH KOCTH U CIBHTaHHEM Ha3ajl
KPBUIOBUIHBIX KOCTEH, BIUSIOT Ha YIJIbI BEKTOPOB MPHIIOKEHUSI HIDKHEUETTIOCTHBIX aJTyKTOPOB
COBPEMEHHBIX KPOKOJIMJIOB, YTO 00ECHeunBacT MM 0ojiee MIMPOKOE OTKPBIBAHHE YENIOCTeH U
0osiee BEpTHKAIbHOE MPUIOKEHUE CHJIBI CMBIKAHUS MBI, OTH (PAKTOpbI MOTYT TaKXe
OOBSICHATh BEPTUKAIM3ALMIO Oa3MKpaHMyMa B HEKOTOPBIX JAPYIHX Kiajax apxo3aBpu(opm
(manpumep, Erythrosuchidae, Pseudosuchia, Tyrannosauridae), npenctaBuTenu KOTOPBIX ObLTH
IPEUMYIIECTBEHHO KPYIHBIMU XHMITHUKAMH U HYXJAJIHCh B BBHICOKOH cuie ykyca. OpHako 3Ta



TUIIOTE3a JTOJDKHA OBITh MPOTECTUPOBAHA HA IIUPOKON BBHIOOPKE TAKCOHOB apXo3aBpUGOpPM C
IPUMEHEHHEM METO/I0B F'€OMETPUIECKON MOP(POMETPUH K dJIEMEHTaM UX 0a3uKpaHUyMa.

HebOHokBaapaTHBIN Xpsll y OOJBIIMHCTBA JUATICH]I OKOCTEHEBAET B BUJE JIBYX 3JIEMEHTOB:
KBaJpaTHOHU (quadratum) u HaAKPBUIOBUIHOM KocTel (epipterygoideum) (Bellairs, Kamal, 1981;
Klembara, 2004). HaakppuioBugHAsi KOCTh HAXOJUTCS B TJIA3HHYHOBHUCOYHOM OTIEIE
HEHpOKpaHMyMa W TMPUKPBIBAET MPOCTPAHCTBO BOKPYr TAHINIHMS TPOWHHYHOTO HEpBa U
CBSI3aHHBIX HEUPOBACKYJSPHBIX CTPYKTYp (cavum epiptericum; Klembara, 2004; Holliday,
Witmer, 2009). HexkoTopoe KOJUYECTBO HEOKOCTEHEBAIOUIET0 HEOHOKBAJAPATHOTO Xpslla
COXpaHseTCsd B paliOHE KBAAPaTHOM, HAIAKPBUIOBUIHOM U KPBUIOBUJHOW KOCTEH B TEUYEHUE
onrorene3a (Klembara, 2004; Klembara, Welman, 2009). B mnpoTHBOMOI0KEHHOCTb,
KBaJpaTHasi KOCTbh COBPEMEHHBIX KPOKOIWJIOB — OOIIMPHOE OKOCTEHEHHE, KOTOPOE BKIIIOYAET
HEOHOKBAIPATHBIN XPSIIl MPaBKTUYECKHA NOJHOCTRIO (Puc. 28D). JIump HeOombIIas 4acTh 3TOTO
xpsama (columella prootica) cnmmBaercss ¢ sMmOpuoHanbHOM pila antotica W OKOCTEHEBaeT B
coctaBe 00okoBoM kKuHOBUIHOM KocTH (Klembara, 2004). KBagpaTHast KOCTb KPOKOJIUIIOB TAKXKe
BKJIIOYAaeT crneruduueckuii  aepManbHbii  3auaTok  (lamina  palatoquadrati  anterior),
OTCYTCTBYIOIIMKA y Tipounx coBpeMeHHbIX muancun (Klembara, 2004). Lamina palatoquadrati
anterior ~KOHTakTUpPYeT C pa3BUBAIOUICHCS MepelHEyIIHOM KOCThi0O U (opMupyeT
3aIHEIOPCATTbHYIO YacTh SIMKH I TpoHUYHOTO Tanrius (Puc. 28D).

HeGnokBanpaTtHoe okocTeHeHHE OazanbHBIX (non-crocodyliform) kpokomumomopd u
pacroyioyKeHrne KOCTeH BOKPYT cavum epiptericum CXOIHO ¢ TAKOBBIM y OOJIBIIMHCTBA JUATICH]]
(Klembara, Welman, 2009) (Puc. 28B). Hanpumep, y Sphenosuchus n Dibothrosuchus (Walker,
1990; Wu, Chatterjee, 1993) kBaapaTHast KOCTb HE SBJISICTCSI TAKMM OOIIMPHBIM OKOCTEHEHHUE,
KaK y COBPEMEHHBIX KPOKOJUIJIOB: OHA B OCHOBHOM COCTOMT M3 T€J]a, YIIHOTO U KPBUIOBHIHOTO
OTPOCTKOB, KaK U y OOJBIIMHCTBA TUIMYHBIX TUANCUA (HalpuMep, COBpeMEHHBIN Sphenodon,
TpuacoBblii  OasanbHBIA  apxo3aBpudopm Proterosuchus; Klembara, Welman, 2009).
KppU1oBUIHBIN OTPOCTOK KBaJPaTHOM KOCTH AOCTATOYHO CBOOOTHO MpHUJIETall K KPbUIOBHIHBIM
KocTsM y Sphenosuchus u Dibothrosuchus (Walker, 1990; Wu, Chatterjee, 1993). KBanparnas
KOCTb  3TUX  0Oa3aJpHBIX  Kpokoguwiomopd  He  ydacTBoBaja B  (OPMUPOBAHHUU
IJIA3HUYHOBUCOYHOTO OTJeNa ueperna u cavum epiptericum (Puc. 28B); HekoTopoe KOIUYeCTBO
Xpslia, MO-BHIMMOMY, OCTaBaJloOChb HEOKOCTEHEBIIMM B TeueHue oHrtoreHesa (Walker, 1990;
Klembara, Welman, 2009). HankpsiioBuaHoe okocteHeHue (epipterygoideum) oTMedanocs s
Sphenosuchus (Walker, 1990) u psna kpoxonumudopm (Klembara, Welman, 2009; Holliday,
Witmer, 2009; Kley et al., 2010), u Morio y4acTBoBaTh B (OpMHUPOBAHUM cavum epiptericum.
OnHako HAJAKPBUIOBUIHAS KOCTh HE ObLTa omucaHa y Apyrux OaszambHbIX (non-crocodyliform)
kpokogmnomopd (Wu, Chatterjee, 1993; Clark et al., 2004; Leardi et al., 2017, 2020); 6omnee
Toro, ee Hamuuue y Sphenosuchus cnopro (Leardi, pers. communic.). Jlaxkxe eciu
HAJKPBUIOBUHAS KOCTh OTCYTCTBOBasa y 0Oa3zalbHBIX KPOKOAMIOMOP(®, BO3ZMOXKXHOE HajIudue
HEOKOCTEHEBaBIIero Xpsima B 3Toi oomactu (Walker, 1990: ctp. 30) mo3BoIsIET IPEATIONOXKHTD,
4yTO epipterygoideum Mor octaBaThCsi HCOKOCTEHEBIINM Yy 3THX TaKCOHOB. HeokocTeHeBaromumii
HEOHOKBAJIPaTHBIA XpSAII OKOJIO HAJAKPBUIOBUIHOW KOCTHM OTMEYalcs MJii COBPEMEHHBIX
(Sphenodon) n npennonarancst s HEKOTOPBIX MCKOMaeMbIX auaricun (Proterosuchus), HO OH
OTCYTCTBYET Yy COBPEMEHHBIX B3pociblx KpokoamwioB (Klembara, Welman, 2009). Tak wmu
WHaue, MepeJHEBEHTpalbHas 4YacTb HEOHOKBAApPAaTHOTO Xpsllla, KOTOpass COOTBETCTBYET
HaJIKPBIJIOBUTHOMY OKOCTEHEHHIO y JIpyrux auarncup (pterygoid portion of palatoquadrate B
Klembara, 2004; Klembara, Welman, 2009), He okocTeHeBalla B BUJE YaCTH KBaJAPaTHOU KOCTU
y Sphenosuchus n Dibothrosuchus, 4To BUIHO TIO €€ PACIOJIOXKEHHUIO U XapaKTepy KOHTAKTOB
(Puc. 28B). C apyroii CTOPOHBI, 3aMETHBIE YEPThI CTPOCHUS KBaPaTHON KOCTH Oa3albHBIX (Non-
crocodyliform) kpoxoaunomopd kak Sphenosuchus v Dibothrosuchus, KOTOpble 00BEAUHSIIOT UX



C COBPEMEHHBIMH KpPOKOAMWJIAMH W OTJIMYAIOT OT MpOYMX JAuancui, BkIoyaioT: (1)
nepeaHeMeIMaIbHbI HAKIIOH KBAJApPaTHON KOCTH; (2) ee KOHTaKT C MEpPeIHEYIIHON KOCThIO; U
(3) Hanuuue mepeaHeNOPCATHHOIO OTPOCTKA JJIsi KOHTaKTa ¢ yemryiidaroil kocteio (Walker,
1990; Wu, Chatterjee, 1993; Nesbitt, 2011; Pol et al., 2013).

B xonme nanbHeimiel 3BONIONMOHHONM HCTOPUH KPOKOAWIOMOP) KBaapaTHas KOCTb
MIOCTETNIEHHO NMPHOOPETAET MHOTOYMCIICHHBIE IIOBHBIE KOHTAKTHI C OKPYKAIOIUMH 3JI€MEHTaMU
Helipo- u nepmaTokpanuyma (laterosphenoidem, otoccipitale, parabasisphenoideum, squamosum,
parietale, pterygoideum) cpeau npoaBUHYTHIX Oa3anbHbIX Kpokomuinomopd (Almadasuchus),
tanarro3yxuid u kxpokommiudopm (Busbey, Gow, 1984; Clark, 1986; Clark et al., 2004;
Holliday, Witmer, 2009; Pol et al., 2013; Herrera et al., 2018; Leardi et al., 2020). ¥V
Kpokonuiudopm (Hampumep, Protosuchus: Busbey, Gow, 1984; Clark, 1986) u, BepostHo, y
Almadasuchus (Kuzmin, pers. interpretation puc. 1 u3 Leardi et al., 2020), kBampaTHast KOCTh
ydacTByeT B (hOPMHUPOBAHHM TJIA3HUYHOBHUCOYHOTO OTENa HEHpOKpaHMyMa M 3aJHEW dYacTu
OTBEPCTHUS TPOINHUYHOTO HEPBA.

S mpeanonarato, 4TOo 3TH TAyOOKHE W3MEHEHHsI OOBSCHSIOTCSA IOCTENIEHHBIM, Bce Oosee
OOLIMPHBIM OKOCTEHEHHEM HEOHOKBAJAPATHOTO XPsIla B BUJE €AMHCTBEHHON KBaJApaTHOW KOCTU
B OBOJIIOIIMOHHOM HMCTOPUM KPOKOAMIOMOPd, CXOAHO C OSMOPHOHAIBHBIM pa3BUTHEM
coBpemMeHHBIX KpokoamwnoB (Klembara, 2004; Klembara, Welman, 2009). Dto o6mmupHOe
OKOCTE€HEHHE HEOHOKBAIPATHOTO XPsIla COOTBETCTBOBAIO MPUOOPETEHHIO IIOBHOTO KOHTAKTa
KBaJIpaTHBIX M  KPBUIOBMAHBIX KOCTEH, a BKJIIOYEHHE HEOMOP(HBIX JIepMalIbHbIX
SMOPHOHANIBHBIX 3aKJIaIOK (CXOmHBIX ¢ lamina palatoquadrati anterior CcoOBpeMEHHBIX
KPOKOJMIJIOB) o0ecreunBano 00pa3oBaHue MepeaHEMEINATBHOTO OTPOCTKA KBaJAPATHON KOCTH U
BKIIIOUCHUE €€ B INIA3HUYHOBUCOYHBIA OT/IET MO3TOBOM KOPOOKH.

Y auBUTENBHO, YTO HauboJIee MOAU(PHUIIMPOBAHHBIC U XapaKTEPHbIE YaCTH MO3TOBON KOPOOKH
KPOKOAMIOMOP( — INIa3HUYHOBUCOYHAsI YacTh KBaApaTHOH kKoctu (= anteromedial process) u ee
IIOBHBI KOHTAKT C MEPEIHEYIIHOW KOCThIO, BEHTPOJIATepaIbHbIE OTPOCTKH YITHO3ATHIIOYHBIX
KOCTel — W3HA4YaJbHO pa3BHBAIOTCA KaK JepMalibHble HOBOOOPa30BaHUS Yy 3MOPHOHOB
COBPEMEHHBIX KpOKOIWIOB: lamina palatoquadrati anterior, lamina prootici anterior, u juxtaotic
laminae (Puc. 28C, D) (Klembara, 2004, 2005). CooTBETCTBYIOLIME YaCTH HEHPOKpaHHyMa
OTCYTCTBYIOT y Haubojee Oa3ambHBIX KpoKoawiaoMopd, Takux Kak Sphenosuchus u
Dibothrosuchus (Puc. 28A, B), HO MOCTENIEHHO TOSBIIAIOTCS B XO0JI€ IBOJIONUU KIaAbl y Oojee
IPOJBUHYTHIX KPOKOAMJIOMOp(®, TanarTo3yxuil W Kpokoauiaudopm. S mpeamoiaraio, YTO
MOSIBJICHHE CXOJHBIX JEepMajbHBIX 3a4aTKOB B OMOpHUOreHe3e OSTHUX TIpyNN IMPUBEIO K
MoIU(UKAIIMM  UCXOJHOTO  CTPOCHHS MO3TOBOW  KOpPOOKM  JWAncCuji, W TOSBIICHUIO
ayTarmioMOpGHOTr0  COCTOSIHMSI ~ HEHpOKpaHMyMa  NPOABUHYTHIX  KpoKoawiIoMopd U
KpokoauiIngopM. DOTH paHHHUE OHBOJIOLUMOHHBIE W3MEHEHHs, MO-BUIUMOMY, 1O CHUX IOp
OTpakaroTCsl B SMOPHOHAIBHOM PAa3BUTHH Y€pera HhIHEKUBYIIUX KPOKOIUIIOB.
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3aUKCUpOBaHBI B UEpere MHOXXECTBOM IIOBHBIX KOHTAKTOB; HEIOJBHKHOE
0a3UNTEPUrOUHOE COUWICHEHHE HEHpOKpaHuyMa C HeOOM; KOHCOJIHMIUPOBAHHBIHN
3aTBUIOYHBIN oThen). Takas KecTkas CTPYKTypa SBISETCS MPOYHBIM KapKacoM JUIs
MOITHBIX MBIIII-aTyKTOPOB HIKHEH YEIIIOCTH, YTO CIIOCOOCTBYET YBEIIMUCHUIO CHIIBI
yKyca KpOKOJUJIOB.

XapaktepHoe g coBpeMeHHbIX Crocodylia cTpoeHne MO3roBoil KOpOOKH
c(OpMHPOBATIOCH JIOCTaTOYHO PAaHO B 3BOJIOLMHU TPYMINbI (MO3IHUN TpHUAC-paHHS
10pa) U OBLIO KIFOUYEBBIM ISl IOCTHXKEHUS HKOJIOTUYECKOTO U SBOJIIOIIMOHHOTO ycIexa
Crocodylomorpha.

S mpeanonararo, 94To ri1y0OKHE MEPECTPOUKH B HHANBUIYATLHOM Pa3BUTHH MO3TOBOM
KOPOOKHM JIe)KaJli B OCHOBE OBICTPBIX DBOJIOIMOHHBIX MOAU(MUKAIMK uepena
Crocodylomorpha. DTtu mepecTpolku, MO-BHAUMOMY, OTpPaKeHbI B SMOpHOTEHE3e
coBpemeHHBIX Crocodylia U BKIIFOWAarOT BCTpanBaHUE JACPMaJIbHBIX HOBOOOpa30BaHU
B pa3jMyYHble YaCTH Pa3BUBAIOLIETOCS XOHAPOKPaHHMYMa U OOUIMPHOE OKOCTEHEHHE
HEOHOKBAJIpaTHOIO  XpsAlla B  BHJAE €IMHCTBEHHOM  KBaJgpaTHOM  KOCTH,
COTIPOBOXKAAIOIIEECs €€ MepeaHeMeInaTbHbIM HAaKJIOHOM.

Heckonbko HOBBIX, BIEpBbIE OMHCAHHBIX MPU3HAKOB MO3IOBOM  KOPOOKH
npucyTcTBYIOT y Gavialis gangeticus  coBpeMeHHBIX npeactaButeneii Crocodylidae,
HO orcyTcTBYyloT y Alligatoridae (yMEHbIIEHHBIH BBIXOJ OTPOCTKA IMEPETHEYIIHOM
KOCTM Ha JHO BHCOYHOTO KaHalla, CaruTTalbHBIA 3arpUBKOBBI  TpeOCHb
BEPXHE3aTBUIOYHOM KOCTH BBICTYNAET Ha3a] Aajbllle 3aHE3aTbUIOYHBIX OTPOCTKOB,
penyuupoBaHHas CHCTeMa IapaTUMIAHUYECKHX IoJIocTel). BkiroueHue »THX
NPU3HAKOB B OyAymuii (QUIOTeHEeTUYECKUI aHaau3 TPYIMIbI TO3BOJIUT IOTYYHTh
KOHCEHCYCHYIO THIIOTe3y pOJACTBEeHHBIX cBs3zell Crocodylia u paspemmTs uMeronmecs
MPOTUBOPEUUS MOPGHOIOTUYECKUX U MOJIEKYIISIPHBIX aHAJIU30B.
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9. TABJIULIBI

TABJIMIIA 1.

IMapameTpbl cCKaHNPOBaHUS 115 00Pa31I0B.

Takcon

Alligator mississippiensis

Alligator sinensis

Alligator sinensis

Caiman crocodilus

(hatchling)

Caiman yacare

Crocodylus novaeguineae

Osteolaemus tetraspis

Mecistops cataphractus

Gavialis gangeticus

Tomistoma schlegelii

Tomistoma schlegelii

Oo6pa3zen

DVZ M 4/13
(articulated skull)

DVZ M 2/13
(articulated skull)

DVZM 3/13
(disarticulated skull)

PIN comparative
collection,
unnumbered
(disarticulated skull)
ZMMU MSU R-
6967

(partially
disarticulated skull)
DVZ M 9/13
(articulated skull)

DVZ M 7/13
(disarticulated  skull
with nearly complete
braincase)

DVZ M 6/13
(articulated skull)

ZIN 7249
(articulated skull)

ZMMU MSU R-
13859

(articulated skull)
ZMMU MSU R-
9296

(articulated skull)

Tun

cKaHepa
High-resolution CT
scan (1024x1024)

MaTPHUIBI

CT-scan (512x512)

High-resolution CT

scan (1024x1024)
Micro-CT scan
(4000x4000)

High-resolution CT
scan (1024x1024)

High-resolution CT
scan (1024x1024)

CT-scan (512x512)

High-resolution CT
scan (1024x1024)

CT-scan (512x512)
High-resolution CT
scan (1024x1024)

High-resolution CT
scan (1024x1024)

IMapameTpsI
CKAHMPOBAHUS

164 pA, 140 kV,
slice thickness 0.67
mm

300 pA, 120 kV,
slice thickness 0.5
mm

164 pA, 140 kV,
slice thickness 0.67
mm

200 pA, 44 kV

72 pA, 140 kV,
slice thickness 0.67
mm

164 pA, 140 kV,
slice thickness 0.67
mm
200 pA, 120 kV,
slice thickness 0.5
mm

151 pA, 140 kV,
slice thickness 0.67
mm
250 pA, 135 kV,
slice thickness 1.0
mm
82 uA, 140 kV,
slice thickness 0.67
mm
82 upA, 140 kV,
slice thickness 0.67
mm

Pa3mep
CTIKA

837 slices

663 slices

494 slices

2416 slices

422 slices

631 slices

464 slices

1000 slices

571 slices

1469 slices

1267 slices



TABJINLA 2

CBO)_IRa TCPMHUHOB, UCIIOJb30BAHHBIX B TAHHOM HCC/ICI0BAHHUHU.

JlanHoe uccjieqoBanue

Temporal canal

Postquadrate foramen

Anterior temporal foramen

Posttemporal fenestra

Laterosphenoid

Anterior
laterosphenoid

process of

Slender process

Laterosphenoid body
Postorbital process
Caudal bridge
Lateral
laterosphenoid

bridge of

Capitate process

Antotic crest
(laterosphenoid buttress)

Trigeminal foramen (internal)
and maxillomandibular
foramen (external)

Prootic

Prootic buttress

Dorsal lamina or prootic (as
part of the prootic buttress)

Anterior inferior process

Anterior superior process

HcTounnk

CHHOHHMMBI B
HCCIeT0OBAHUAX

TpeABITYIIHX

BucouHblii M 3aTHLI0YHBIH 0T/I€JIBI Yepena

Walker (1990)
Walker (1990)
Walker (1990)
Iordansky (1973)

Laterosphenoideum
The term has priority for
archosauriforms in  general and

crocodylomorphs in particular (Clark et
al., 1993)

Used for crocodylomorphs for the first
time; term sensu Clark et al. (1993) and
Sobral et al. (2016)

Used for crocodylomorphs for the first
time; term sensu Clark et al. (1993) and
Sobral et al. (2016)

Holliday and Witmer (2009)

Holliday and Witmer (2009)

Iordansky (1973) and Holliday and
Witmer (2009)

Sensu Holliday and Witmer (2009)

Sensu Holliday and Witmer (2007,
2009)

Prooticum
Miall (1878), Iordansky (1973),
Bellairs and Kamal (1981)
Walker (1990)
New term

Used for crocodylomorphs for the first
time; terms sensu Evans (1986, 2008),
Sobral et al. (2016).

Temporoorbital canal (Sedlmayr, 2002)

Superior tympanic recess (Wu and
Chatterjee, 1993: fig. 7C)
Antrum pneumaticum dorsale

(Whetstone and Whybrow, 1983)
Temporoorbital foramen (Leardi et al.,
2020)

Temporo-orbital foramen (Kley et al.,
2010; Barrios et al., 2018; Herrera et al.,
2018)

Post-temporal
Walker, 1990)

fenestra (Clark, 1986;

Alisphenoid (Owen, 1850; Miall, 1878)

Pleurosphenoid (Bellairs and Kamal,
1981)

Laterosphenoid
(Kley et al., 2010)

anterolateral lamina

Laterosphenoid bridge (Iordansky, 1973;
Walker, 1990; Brochu, 1999)

Cotylar crest (Clark et al., 1993; Kley et
al., 2010)

Foramen ovale (Iordansky, 1973; Busbey
and Gow, 1984)

Petrosal (Owen, 1850; Briihl, 1862)



Lateral lamina of the prootic

Anterior bridge

Fenestra ovalis

Fenestra pseudorotunda

Cochlear duct

Cochlear recess

Lagena (ventral-most part of
the cochlear duct)

Lagenar recess (ventral-most
part of the cochlear recess)

Cochlear prominence

Perilymphatic loop

Crista interfenestralis

Otoccipital ledge

Perilymphatic foramen

Recessus scalae tympani
Perilymphatic (periotic) sac

Otic bulla

Otoccipital

Ventrolateral
otoccipital

process  of

New term for the structure that
corresponds to the prootic-basisphenoid
flange of basal crocodylomorphs (e.g.,
Walker, 1990) and crista prootica
(otosphenoidal crest) of other diapsids
(e.g., Evans, 2008).

New term

BHyTpeHHee yXo0 n yuIHasi KancyJa

Baird (1960, 1970), Wever (1978),
Walker (1990), Gower and Weber
(1998)

Walker (1990), Gower and Weber
(1998)

Baird (1960, 1970), Wever (1978)

Walker (1990)
Baird (1960, 1970), Wever (1978)

Walker (1990)

Walker (1990)

Modified from Walker (1990) to
increase  clarity of  anatomical
description

Walker (1990) and Gower and Weber
(1998)

Modified from Walker (1990)
Baird (1960) and Walker (1990)

Baird (1960, 1970) and Rieppel (1985)
Baird (1960)

The term refers to the endocranial
bulge of the otic capsule, which is not
directly related to the tympanic
membrane/cavity

Otoccipitale

In reference to a single braincase
element with complex embryonic
origin and corresponding to exoccipital
and opisthotic of basal diapsids

New term for a portion of otoccipital of
crocodylomorphs with a specific
embryonic origin (dermal juxtaotic
laminae) and evolutionary history,
distinct from paroccipital process

Fenestra vestibuli (= oval
(Witmer et al., 2008: fig. 6.5)

window)

Fenestra

cochleae (= round window) (Witmer et
al., 2008: fig. 6.5; note that this structure
is at the same time misidentified with
perilymphatic foramen)

Cochlea (Witmer et al., 2008; Bona et
al., 2013; Sobral and Miiller, 2016)

Lagena (Bona et al., 2017; Leardi et al.,
2020)

Lagenar/cochlear recess (Gower, 2002)

Includes crista interfenestralis of Walker
(1990) and Gower and Weber (1998)

Opisthotic ledge (Walker, 1990)

Fenestra cochleac (= round window)
(Witmer et al., 2008: fig. 6.5)

Bulla tympani (Iordansky, 1973)

Tympanic bulla (Kley et al., 2010)

Exoccipital (Miall, 1878)

Exoccipital and opisthotic (Iordansky,
1973; Busbey and Gow, 1984; Walker,
1990)

Ventrolateral part of the otoccipital
(Clark, 1986)

Ventrolateral flange of the otoccipital
(Herrera et al., 2018)



Extracapsular buttress

Anteroventral process

Metotic foramen

Foramen vagi (external)

Internal vagal foramen

Internal
foramen

Paroccipital process

glossopharyngeal

Occipital arch

Supraoccipital

Anterior lamina
Posterior lamina

Dorsal lamina

Capsular portion of
supraoccipital

the

Otoccipital strut

Postoccipital process

Sagittal nuchal crest

New term for a portion of otoccipital
that has dual embryonic origin (from
cartilaginous subcapsular process and
dermal juxtaotic lamina)

New term

Sensu Walker (1990)

Iordansky (1973)

New terms

lordansky (1973), Clark

Walker (1990)

(1986),

New term for part of otoccipital that
corresponds to eponymous embryonic
cartilaginous arch (after Bellairs and
Kamal, 1981)

Supraoccipitale

Generally used term for a single
ossification with complex development

Newly proposed terms for general
divisions of supraoccipital

Consistent with the capsular portions of
prootic and otoccipital

Newly proposed term for a bony strut
that projects posterodorsally from
foramen of posterior semicircular canal
and is formed by supraoccipital and
otoccipital

Kalin (1933) and lordansky (1973)

A combined term proposed to ensure
consistent terminology among previous
studies

Part of paroccipital process (e.g., Leardi
et al., 2020)

Subcapsular process (Busbey and Gow,
1984; Clark, 1986)

Subcapsular buttress
Leardi et al., 2020)
'exoccipital' (probably part of the
subcapsular buttress) (Walker, 1990: p.
97)

Fissura metotica (Iordansky, 1973)

(Walker, 1990;

Metotic fissure (Kley et al., 2010)

Jugular foramen (Bellairs and Kamal,
1981)

Metotic foramen (Bona et al., 2017,
Barrios et al., 2018)

Foramen jugulare externum (Miiller,
1967)

Jugular foramen (Lessner and Holliday,
2020)

Exoccipital (Walker, 1990)

Supraoccipital and epiotic (Miall, 1878;
Edinger, 1938; Walker, 1990)

Posterior surface/projection (e.g., Kley et
al., 2010; Leardi et al., 2020)

Epiotic (Miall,
Walker, 1990)

1878; Edinger, 1938;

? Anterior pyramidal projection (Leardi
et al., 2020)

Lateral flange of supraoccipital (Leardi
et al., 2020)

Nuchal crest (Kley et al., 2010)

Vertical ridge (Clark, 1986)



Parabasisphenoid

Parabasisphenoid rostrum

(cultriform process)

Hypophyseal fossa

Parabasisphenoid body

Descending lamina

Posterolateral alar process

Basioccipital

Basioccipital tuberosities

Basioccipital plate

Quadrate head

Otic process

Main body of quadrate
(quadrate body)

Anterodorsal process

Anteromedial process

Pterygoid process

Otic buttress

Posterodorsal process

Median
(unpaired)

pharyngeal recess

Parabasisphenoideum
In reference to a single braincase
element with complex embryonic

origin (includes dermal parasphenoid);
as in Gower (2002), Kley et al. (2010),
Nesbitt (2011), Sobral et al. (2016).

Generally used term (e.g., lordansky,
1973; Bellairs and Kamal, 1981;
Walker, 1990; Sobral et al., 2016)

Generally used term (e.g., lordansky,
1973; Clark, 1986; Leardi et al., 2020)

Iordansky (1973)
Brochu (2004)

Newly proposed term

Basioccipitale

Generally used term (e.g., Miall, 1878;
Iordansky, 1973; Bellairs and Kamal,
1981; Walker, 1990; Brochu, 1999)

Iordansky (1973)

Iordansky (1973)

Quadratum

Sensu Walker (1990) and Leardi et al.,
(2020)

Sensu Leardi et al. (2020)

Generally used term (Clark, 1986;
Walker, 1990; Kley et al., 2010; Leardi
et al., 2020)

Walker (1990) and Wu and Chatterjee
(1993)

Newly proposed term for the part of
quadrate with distinct embryonic origin
(dermal lamina palatoquadrati anterior)

Generally used term (e.g., Kley et al.,
2010; Herrera et al., 2018; Leardi et al.,
2020)

After Montefeltro et al. (2016)

Newly proposed term for
dorsoventrally short but
anteroposteriorly elongated projection
from the dorsal surface of the quadrate

HapaTnMnaﬂmleclme MmoJIOCTH

Sensu Witmer (1997), Nesbitt (2011),
Dufeau and Witmer (2015)

Supraoccipital sagittal crest (Barrios et
al., 2018)

Basisphenoid (Miall, 1878; Iordansky,
1973; Clark, 1986; Walker, 1990;
Brochu, 1999; Leardi et al., 2020)

Pituitary fossa (Miall, 1878; Walker,
1990; Bellairs and Kamal, 1981)

Narrow strip posterior to the posterior
margin of the pterygoids (lordansky,
1973: 228)

Lateral exposure of parabasisphenoid,
posterior to pterygoid and quadrate
(Miall, 1878; lTordansky, 1973; Brochu,
1999)

Basioccipital tubera (Brochu, 1999)

Posterodorsal and

Chatterjee, 1993)

process  (Wu

Primary quadrate head (Clark, 1994)

Orbital proces (Leardi et al., 2020)

Pterygoid ramus of quadrate (Busbey
and Gow, 1984; Clark, 1986; Walker,
1990; Wu and Chatterjee, 1993

Median Eustachian canal and
basisphenoid  branch  of  median
Eustachian canal (Owen, 1850; Miall,



Median pharyngeal canal and Dufeau and Witmer (2015)
foramen (unpaired)

Parabasisphenoid recess Dufeau and Witmer (2015)
(paired)

Precarotid recess (paired, with  Walker (1990) and Leardi et al. (2020)
median communication in
some taxa)

Postcarotid recess (paired,
with median communication
in some specimens/taxa)

Rostral recess (unpaired)
Subcarotid recess (paired) Dufeau and Witmer (2015)

Basioccipital recess (paired Walker (1990) and Dufeau and Witmer
cavities plus unpaired median (2015)

communication with median

pharyngeal canal)

Pharyngotympanic cavity Dufeau and Witmer (2015)
(recess) (paired)

1878)

Median Eustachian canal and its anterior
median branch (Mea) (Colbert, 1946;
Walker, 1990)

Mediane Eustachische Offnung, canalis
anterior, canalis posterior (Miiller, 1967)

Hypophyseal-basicranial tube and its
anterior branches (Tarsitano, 1985)

Sub-basisphenoid recess (Walker, 1990;
Leardi et al., 2020)

Median pharyngeal system (Dufeau and
Witmer, 2015)

Median Eustachian canal and foramen
(Owen, 1850; Miall, 1878; Colbert,
1946; Clark, 1986; Walker, 1990)

Hypophyseal-basicranial ~ canal  and
foramen (Tarsitano, 1985)

Basisphenoid diverticulum (Dufeau and
Witmer, 2015)

Corresponds in part to:

basisphenoid  branch  of  median
Eustachian canal (Owen, 1850; Miall,
1878)

anterior branch of median Eustachian
canal (Mea) (Colbert, 1946; Walker,
1990)

canalis anterior (Miiller, 1967)

Anterior pneumatic recess (Wu and
Chatterjee, 1993)

Corresponds in part to:

basioccipital  branch  of  median
Eustachian canal (Owen, 1850; Miall,
1878)

posterior branch of median Eustachian
canal (Mep) (Colbert, 1946; Walker,
1990)

canalis posterior (Miiller, 1967)

Middle ear cavity (Walker, 1990;
Tucker, 2017)

Tympanic cavity (Owen, 1850; Colbert,
1946; Tarsitano, 1985; Walker, 1990)



Pharyngotympanic canal

(paired)

Rhomboidal recess (paired)

Recessus epitubaricus (paired)

Pharyngotympanic fossa on
the lateral surface of prootic
(paired)

Infundibular recess (paired)
Quadrate recesses (paired)

Intertympanic recess
(paired during early ontogeny
in extant taxa and in adults of
some basal non-crocodyliform
crocodylomorphs; unpaired in
adults of extant taxa)

Prootic facial recess (paired)

Laterosphenoid recess (paired)

Otoccipital recess (paired)

Pterygoid recess (paired)

Dufeau and Witmer (2015) and Tucker
(2017)

Owen (1850), Walker (1990), and

Leardi et al. (2020)
Dufeau and Witmer (2015)

Newly proposed term

Dufeau and Witmer (2015)

Tarsitano (1985) and Dufeau and
Witmer (2015)

A combined term proposed to enchase
consistent terminology among previous
studies

Miiller (1967)

Miiller (1967) and Dufeau and Witmer
(2015)

Dufeau and Witmer (2015)

Cavum tympani (Miiller, 1967)

Lateral Eustachian canal (e.g., Owen,
1850; Miall, 1878; Colbert, 1946;
Tarsitano, 1985; Clark, 1986; Walker,
1990)

Tuba Eustachii (Miiller, 1967)

Rhomboidal recess (Iordansky, 1973)

Corresponds in part to:

lateral branch of the anterior branch of
the median Eustachian canal (Meal)
(Colbert, 1946; Walker, 1990)
Corresponds in part to:

lateral branch of the anterior branch of
the median Eustachian canal (Meal)
(Colbert, 1946; Walker, 1990)

The depressed areas at the sides of the
prootics, in front of and lateral to the
prootic parts of the cochlear prominences
(prootic recesses) (Walker, 1990: p. 75)
Quadrate pneumaticity (e.g., Busbey and
Gow, 1984; Clark, 1986; Leardi et al.,
2017)

Mastoid antrum (Hasse, 1873; Miiller,
1967; Walker, 1990; Clark, 1986; Wu
and Chatterjee, 1993; Leardi et al., 2020)

Transverse pneumatic canal (Iordansky,
1973; Busbey and Gow, 1984; Clark,
1986)

Facial antrum (Walker, 1990; Wu and
Chatterjee, 1993; Leardi et al., 2020)

Prootic  diverticulum (Dufeau and
Witmer, 2015)
Diverticulum  zum  Laterosphenoid
Miiller (1967)
Rostral extension of the prootic

diverticulum (Dufeau and Witmer, 2015)

? Trigeminal recess (Wu and Chatterjee,
1993; Leardi et al., 2020)

Divertikel des adulten Exoccipitale
(Miiller, 1967)

Otoccipital diverticulum (Dufeau and
Witmer, 2015)

? Posterior pneumatic recess (Wu and
Chatterjee, 1993; Leardi et al., 2020)



IMPUJIOKEHME 1

Cnucok 00pa3noB, HCMOJb30BAHHBIX B TJAHHOM HCCJI€I0BAHUH

Takcon Homep o0pasna | Onrorenernueckn | Ceblika Ha JAaHHbIE
il craryc ToMorpapuu
Crocodylus OUVC 10426 subadult/adult (after | https://datadryad.org/stash/data
johnstoni cranial set/doi:10.5061/dryad.mt64k
metamorphosis)
Crocodylus TMM M-6807 subadult/adult (after | http://digimorph.org/specimens
Jjohnstoni cranial /Crocodylus_johnstoni/
metamorphosis)
Crocodylus TMM M-4980 subadult/adult (after | http://digimorph.org/specimens
moreletii cranial /Crocodylus_moreletii/
metamorphosis)
Crocodylus LFAC-2016- subadult/adult (after | http://paleo.esrf.eu/index.php?/
moreletii malel cranial category/1585
metamorphosis)
Crocodylus RVC-JRF- subadult/adult (after | osf.io/6zamj
moreletii FMC3 cranial
metamorphosis)
Crocodylus RVC-JRF- subadult/adult (after | osf.io/6zamj
moreletii FMC4 cranial
metamorphosis)
Crocodylus HA 28.49 croc | embryo http://paleo.esrf.eu/index.php?/
niloticus os C7 58-days category/1585
Crocodylus LFAC-1_60days | embryo http://paleo.esrf.eu/index.php?/
niloticus category/1585
Crocodylus LFAC-1 6ldays | embryo http://paleo.esrf.eu/index.php?/
niloticus category/1585
Crocodylus LFAC-1_62days | embryo http://paleo.esrf.eu/index.php?/
niloticus category/1585
Crocodylus HA 28.49 croc | embryo http://paleo.esrf.eu/index.php?/
niloticus os C7 63-days category/1585
Crocodylus LFAC-1_63days | embryo http://paleo.esrf.eu/index.php?/
niloticus category/1585
Crocodylus LFAC-1_64days | embryo http://paleo.esrf.eu/index.php?/
niloticus category/1585
Crocodylus LFAC-1_67days | embryo http://paleo.esrf.eu/index.php?/
niloticus category/1585
Crocodylus LFAC-1_79days | embryo http://paleo.esrf.eu/index.php?/
niloticus category/1585
Crocodylus LFAC-2 79days | embryo http://paleo.esrf.eu/index.php?/
niloticus category/1585
Crocodylus LFAC-1_87days | embryo http://paleo.esrf.eu/index.php?/
niloticus category/1585
Crocodylus LFAC-1 93days | embryo http://paleo.esrf.eu/index.php?/
niloticus category/1585
Crocodylus hatchling LFAC | hatchling/juvenile http://paleo.esrf.eu/index.php?/
niloticus -1 (before cranial | category/1585
metamorphosis)
Crocodylus hatchling- hatchling/juvenile http://paleo.esrf.eu/index.php?/
niloticus +13days LFAC- | (before cranial | category/1585



https://datadryad.org/stash/dataset/doi:10.5061/dryad.mt64k
https://datadryad.org/stash/dataset/doi:10.5061/dryad.mt64k
http://paleo.esrf.eu/index.php?/category/1585
http://paleo.esrf.eu/index.php?/category/1585
https://osf.io/6zamj/
https://osf.io/6zamj/
http://paleo.esrf.eu/index.php?/category/1585
http://paleo.esrf.eu/index.php?/category/1585

1 metamorphosis)
Crocodylus RVC-JRH- hatchling/juvenile osf.io/6zam]
niloticus NNCI11 (before cranial
metamorphosis)
Crocodylus LFAC 1 year old | hatchling/juvenile http://paleo.esrf.eu/index.php?/
niloticus (before cranial | category/1585
metamorphosis)
Crocodylus ENS 3 years subadult/adult (after | http://paleo.esrf.eu/index.php?/
niloticus cranial category/1585
metamorphosis)
Crocodylus RVC-JRH- subadult/adult (after | osf.io/6zamj
niloticus FNC1 cranial
metamorphosis)
Crocodylus LFAC-fem3- subadult/adult (after | http://paleo.esrf.eu/index.php?/
niloticus 2013 cranial category/1585
metamorphosis)
Crocodylus RVC-JRH- subadult/adult (after | osf.io/6zamj
niloticus FNC7 cranial
metamorphosis)
Crocodylus ENS 509 subadult/adult (after | http://paleo.esrf.eu/index.php?/
novaeguinea cranial category/1585
metamorphosis)
Crocodylus DVZ M 9/13 subadult/adult (after
novaeguinea cranial
metamorphosis)
Crocodylus NMB.AB50.171 | subadult/adult (after | http://digimorph.org/specimens
rhombifer cranial /Crocodylus_rhombifer/
metamorphosis)
Crocodylus porosus | CCEC- subadult/adult (after | http://paleo.esrf.eu/index.php?/
50001390 cranial category/1585
metamorphosis)
Crocodylus porosus | DVZ M 8/13 subadult/adult (after
cranial
metamorphosis)
Crocodylus porosus | MHNGrOs64 subadult/adult (after | http://paleo.esrf.eu/index.php?/
cranial category/1585
metamorphosis)
Crocodylus porosus | MHNGrOs68 subadult/adult (after | http://paleo.esrf.eu/index.php?/
cranial category/1585
metamorphosis)
Crocodylus MB.R. 1959 subadult/adult (after
siamensis cranial
metamorphosis)
Crocodylus sp. DVZM 11/13 subadult/adult (after
cranial
metamorphosis)
Crocodylus sp. DVZ M 10/13 hatchling/juvenile
(before cranial
metamorphosis)
Mecistops ENS R-11 subadult/adult (after | http://paleo.esrf.eu/index.php?/
cataphractus cranial category/1585

metamorphosis)



https://osf.io/6zamj/
https://osf.io/6zamj/
https://osf.io/6zamj/
http://digimorph.org/specimens/Crocodylus_rhombifer/
http://digimorph.org/specimens/Crocodylus_rhombifer/

Mecistops DVZ M 6/13 subadult/adult (after

cataphractus cranial
metamorphosis)

Mecistops TMM M-3529 subadult/adult (after | http://digimorph.org/specimens

cataphractus cranial /Crocodylus_cataphractus/
metamorphosis)

Tomistoma TMM M-6342 subadult/adult (after | http://digimorph.org/specimens

schlegelii cranial /Tomistoma_schlegelii/
metamorphosis)

Tomistoma ZMMU MSU R- | subadult/adult (after

schlegelii 13859 cranial
metamorphosis)

Tomistoma ZMMU MSU R- | subadult/adult (after

schlegelii 9296 cranial
metamorphosis)

Osteolaemus RVC-JRH- hatchling/juvenile osf.io/6zam]

tetraspis FDC4 (before cranial
metamorphosis)

Osteolaemus DVZ M 7/13 subadult/adult (after

tetraspis cranial
metamorphosis)

Osteolaemus FMNH 98936 subadult/adult (after | http://digimorph.org/specimens

tetraspis cranial /Osteolaemus_tetraspis/
metamorphosis)

Osteolaemus TLS subadult/adult (after | http://paleo.esrf.eu/index.php?/

tetraspis cranial category/1585
metamorphosis)

Osteolaemus RVC-JRH- subadult/adult (after | osf.io/6zamj

tetraspis FDC1 cranial
metamorphosis)

Osteolaemus RVC-JRH- subadult/adult (after | osf.io/6zamj

tetraspis FDC2 cranial
metamorphosis)

Voay robustus MB.R. 4124 subadult/adult (after
cranial
metamorphosis)

Gavialis gangeticus | ZIN_50 subadult/adult (after
cranial
metamorphosis)

Gavialis gangeticus | ZIN 7249 subadult/adult (after
cranial
metamorphosis)

Gavialis gangeticus | TMM M-5490 subadult/adult (after | http://digimorph.org/specimens
cranial /Gavialis_gangeticus/
metamorphosis)

Gavialis gangeticus | UF 11898 subadult/adult (after | https://www.morphosource.org
cranial /Detail/MediaDetail/Show/med
metamorphosis) ia 1d/20938

Melanosuchus niger | RVC-JRH- subadult/adult (after | osf.io/6zamj

FBCl1 cranial
metamorphosis)
Paleosuchus CCEC subadult/adult (after | http://paleo.esrf.eu/index.php?/



http://digimorph.org/specimens/Crocodylus_cataphractus/
http://digimorph.org/specimens/Crocodylus_cataphractus/
http://digimorph.org/specimens/Tomistoma_schlegelii/
http://digimorph.org/specimens/Tomistoma_schlegelii/
https://osf.io/6zamj/
http://digimorph.org/specimens/Osteolaemus_tetraspis/
http://digimorph.org/specimens/Osteolaemus_tetraspis/
https://osf.io/6zamj/
https://osf.io/6zamj/
http://digimorph.org/specimens/Gavialis_gangeticus/
http://digimorph.org/specimens/Gavialis_gangeticus/
https://osf.io/6zamj/

trigonatus cranial category/1585
metamorphosis)

Paleosuchus RVC-JRH-PP4 | hatchling/juvenile osf.io/6zamj]

palpebrosus (before cranial
metamorphosis)

Paleosuchus Pashchenko D.I. | subadult/adult (after

palpebrosus (PIN) personal | cranial

specimen metamorphosis)

Caiman crocodilus | PIN comparative | hatchling/juvenile

collection, (before cranial
unnumbered metamorphosis)

Caiman crocodilus | TL3 subadult/adult (after | http://paleo.esrf.eu/index.php?/
cranial category/1585
metamorphosis)

Caiman crocodilus | TL11 subadult/adult (after | http://paleo.esrf.eu/index.php?/
cranial category/1585
metamorphosis)

Caiman crocodilus | ENS-R9 subadult/adult (after | http://paleo.esrf.eu/index.php?/
cranial category/1585
metamorphosis)

Caiman crocodilus | LFAC-2013 subadult/adult (after | http://paleo.esrf.eu/index.php?/
cranial category/1585
metamorphosis)

Caiman crocodilus | FMNH 73711 subadult/adult (after | http://digimorph.org/specimens
cranial /Caiman_crocodilus/
metamorphosis)

Caiman yacare ZMMU MSU R- | subadult/adult (after

6967 cranial
metamorphosis)

Alligator sinensis DVZ M 1/13 subadult/adult (after
cranial
metamorphosis)

Alligator sinensis DVZ M 2/13 subadult/adult (after
cranial
metamorphosis)

Alligator sinensis DVZ M 3/13 subadult/adult (after
cranial
metamorphosis)

Alligator OUVC 10606 hatchling/juvenile https://www.morphosource.org

MississSippiensis (before cranial | /Detail/MediaDetail/Show/med
metamorphosis) ia_1d/39338

Alligator TMM M-6723 hatchling/juvenile http://digimorph.org/specimens

MississSippiensis (before cranial | /Alligator _mississippiensis/juv
metamorphosis) enile/

Alligator TMM M-983 subadult/adult (after | http://digimorph.org/specimens

mississippiensis cranial /Alligator _mississippiensis/adu
metamorphosis) 1t/

Alligator PIN comparative | subadult/adult (after

mississippiensis collection, cranial

unnumbered metamorphosis)
Alligator PIN comparative | subadult/adult (after
Mississippiensis collection, cranial



https://osf.io/6zamj/
http://digimorph.org/specimens/Caiman_crocodilus/
http://digimorph.org/specimens/Caiman_crocodilus/
https://www.morphosource.org/Detail/MediaDetail/Show/media_id/39338
https://www.morphosource.org/Detail/MediaDetail/Show/media_id/39338
https://www.morphosource.org/Detail/MediaDetail/Show/media_id/39338
http://digimorph.org/specimens/Alligator_mississippiensis/juvenile/
http://digimorph.org/specimens/Alligator_mississippiensis/juvenile/
http://digimorph.org/specimens/Alligator_mississippiensis/juvenile/
http://digimorph.org/specimens/Alligator_mississippiensis/adult/
http://digimorph.org/specimens/Alligator_mississippiensis/adult/
http://digimorph.org/specimens/Alligator_mississippiensis/adult/

unnumbered metamorphosis)

Alligator DVZ M 4/13 subadult/adult (after
mississippiensis cranial

metamorphosis)
Alligator DVZ M 5/13 subadult/adult (after
mississippiensis cranial

metamorphosis)
Alligator OuUVvC 9761 subadult/adult (after | https://www.morphosource.org
MississSippiensis cranial /Detail/MediaDetail/Show/med

metamorphosis)

ia_id/39878



https://www.morphosource.org/Detail/MediaDetail/Show/media_id/39878
https://www.morphosource.org/Detail/MediaDetail/Show/media_id/39878
https://www.morphosource.org/Detail/MediaDetail/Show/media_id/39878
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