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Mos3anka poroBbIX IHUTKOB ((HOJIMI03) MAHIMPS Yepernax XapaKTepusyeTcs
IBYMs ()eHOMEHAIBHBIMU 0COOCHHOCTAMHU: (DPMIIOTEHETHYECKOH CTAaOUIBHO-
CTBIO CJIOKUBILETOC €Ile B IPEBHOCTU OOLIET0 MJIaHa CTPOEHUS U IUPOKOH
UHAMBUyalIbHOH H3MeHuHBOCTbIO0. MccienoBanue MopdoreHesa uepenax
[I03BOJINJIO HAlTH 00bsAcHeHUE 3TOMYy (heHOMEeHY. BblLIO YyCTaHOBIEHO, YTO
3a49aTKH IUTKOB GOPMUPYIOTCS B OMOPUOTeHe3€e B BH/IE JIOKAJIBHBIX AITHIEP-
MaJIbHBIX yTOJIIEHNH — rako/. [Toka3aHo, 4TO M0JI0kKEHHE MJIAKOJ TPUYPO-
YEHO K CTPOrO OMpPEAETICHHBIM y4acTKaM Tejla, a UX 3aKjIaJKa OCyIeCTBIIs-
€TCsl B CTPOTO ONPEENICHHON MOCIeI0BaTeIbHOCTH. Tak, B Kapamnakce Iia-
KOJIbI (POPMUPYIOTCS UCKIIOYUTEIBHO HAIPOTHB TYJOBHIHBIX MUOCEIT — B
CEeNTAIBHBIX YTIyOIeHUIX TOKPOBOB SIMOPHOHA, TIPU ATOM, TTAKOJbI KPASBO-
TO psiJia BOSHUKAIOT B KXKJIOM CENITATBHOM YTIIyOJISHUH (T.€. TOCErMEHTHO),
IJTAKOJBl OCTAIBHBIX MPOJOJIBHBIX PSJIOB — YEPe3 OAHO TAKOE YIIIyOJeHHe.
YCTOHYMBOCTH MAaTTepHA LIUTKOBAHHS CBA3aHA C 0a30BBIMH MEXaHU3MaMH
MopdoreHesa, oCcyIECTBIMIOMMUMU HOLJEp)KaHUEe OUIaTepalbHOl cuMMe-
TPUU U JIETEPMHUHALMIO TOJIOKEHHS 3a4aTKOB IIUTKOB MEPBUYHON CErMeH-
Taluel Tena 3apoablmia. [JIaBHOW NpUYHHONW BapHaOenbHOCTH (oynao3a
SIBIISIETCS] HAIMYUE Y SMOPHOHOB Yepernax CBOOOIHBIX OT 3a4aTKOB IIUTKOB
CeNTAIBHBIX YINIyOJeHUH (=CErMEHTOB), B KOTOPBIX IPH HE3HAUHTEIBHBIX
HapyLEHUAX SMOpHOreHe3a MOTYT BO3HHMKATh JONOJHUTENBHBIC MIAKOIBL.
Otu abeppaluy UMEIOT BBICOKYIO YaCTOTY BCTPEUAaEMOCTH U, KaK IPaBHIIO,
IPUBOJAT K ACUMMETPHH CTPOSHUSI POrOBOro OKpoBa. OCHOBHbIE BAPUAHTHI
HapylUIeHUs CUMMETPHH (OJIH103a TaHIUPA Yepenax 00yCIOBICHBI TAKUMHU
OTKJIOHEHUSIMU B OHTOI'CHE3€ KaK: aCHMMETpPUYHAs 3aKjajKa 3MuepMalb-
HBIX IJIAKOJ CO CABHIOM Ha OJHOM CTOPOHE TeJia Ha CeTMEHT WM Oolee, 3a-
KJIaJKa JTOMOJHUTEIBHBIX IIJIaKOJ B «CBOOOIHBIX» CENTAJIbHBIX yIIyOJIeHH-
X, aTUIIMYHOE CIUSHUE COCEIHUX AUIEPMAIIBHBIX [IJIAKOJ, OTCYTCTBHE 3a-
KJIaJIK{ PEryJISIPHBIX AIIHIEPMAJIbHBIX IUIAKO/ B THITUYHBIX CErMEHTAaX TeJla.

Kniouesvle cnoea: NaHIUPh Yeperiax, poroBbie NUTKU, MOphOreHe3, aHoMa-
nun poaumosa.
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BBEJIEHUE

N3yuenne cTaHOBIEHHUS CHMMETPUU B MopdoreHe3e KMBOTHBIX M pacTe-
HUU SBISETCA BXXHBIM acClEeKTOM TIO3HAHUS OKPYIKAIOMIET0 MEPA, TIO3BOJISIO-
ITUM BBISIBUTH MeXaHU3MbI MOP(O-(YHKIIMOHAIBHON HHTETPAIlUN OPTaHH3MOB
1 3aKOHOMEPHOCTH MX OHTOT€HETHYECKOr0 M MCTOPUUYECKOTO Pa3BUTHS. B oT-
HOIIEHUHU XOPJOBBIX KMBOTHBIX, 00JaIal0IIMX UCXOIHO OHMIJIaTepajbHON CHM-
METpPHEH, €€ U3yUYCHUIO JaBHO MPHUIAeTCs 0OJIbIIOE 3HAaUYeHUE. B coBpeMeHHo
IuTeparype TiayOoKoi MpopabOTKe MOABEPTIUCH BOMPOCHI IMOBEIEHYECKONH U
(YHKIIMOHAIBHON aCHMMETPHH TIO3BOHOYHBIX, JATePalIM3allliil UX TOJIOBHOTO
MO3Ta, aHATOMHYECKOW aCHMMETPUU COMAaTHYECKUX W BHCIIEPATBHBIX OPTaHOB,
TEHETUYECKOTO KOHTPOJISl Pa3BUTHSI CAMMETPUYHBIX U aCHMMETPUYHBIX COCTO-
saauid. Takum 00pa3oM, U3ydeHre SBOTIONUOHHBIX 1 MOP(HO-PYyHKIIMOHATBHBIX
ACIIeKTOB JIEBO-TIPABOM CHMMETPHH M €€ HapyIICHHS y MO3BOHOYHBIX KUBOT-
HBIX CTAJI0 OMHUM W3 BaXKHBIX HaIlpaBJICHWH coBpeMeHHOU Omonoruu (Rogers,
Andrew, 2002; Cooke, 2004; Lopez-Gracia, Ros, 2007).

OnHuM M3 ONaronmpusTHBIX OOBEKTOB sl U3y4eHHUs MOP(OIOrHMUECKON
CUMMETPUU M aCHMMETPHH TO3BOHOYHBIX SBISIOTCS (OJIUAMPOBAHHEIC (de-
Ty HBIE) TTOKPOBBI COBPEMEHHBIX PENTHIIMM. DTO CBA3aHO C JIOCTYITHOCTBIO
¢donnmo3a g n3ydeHus, Kak B MPUPOIHONH 0OCTAHOBKE, TaK M B KAMEpaJIbHBIX
YCIIOBHSIX My3€HHBIX XpaHIIHII. Takum 00pazom, 00beM MaTepralia mpaKkTude-
CKH HE OPTaHWYEH U TI03BOJISIET BBISIBUTH BECTh CIIEKTP BapUaOEIBHOCTH CTPYK-
Typ doaua03a, BKIIOYAs 1aXKe caMble peKHe ero abeppari — OTKJIOHEHUS OT
HOpMBI. Kpome Toro, 4enryiHblii MOKPOB PENTUIINI HEceT B ceOe BayKHEHIIUE
TaKCOHOMUYECKHE MPU3HAKHU, TIO3BOJISIOLINE HE TOJBKO ONpPENeNIUTh CHCTEMa-
TUYECKYIO0 TPUHAJICKHOCTh TOW MM WHOW (POPMBI, HO U BBISIBUTH (PUIIOTCHE-
THYECKHE CBSA3HM TAKCOHOB W OCHOBHBIEC TEHCHIIMH MX YBOJIIONMOHNPOBaHU. B
HEMaJIol CTeNeH! cKa3aHHoe KacaeTcs oTpsaaa dyepemnax (Testudinata), nzyuenue
CTPOCHHUSI POTOBOTO MAHIHPS KOTOPBIX UTPAECT BAXXHYIO POJIb B PEIICHUH BO-
MIPOCOB JBOJIFOIIMOHHOI'O CTAHOBJIEHUS U UCTOPUUYECKOTO Pa3BUTHUS ITOW TpyI-
TbI )KUBOTHBIX.

CTPOEHUE N UBSMEHUNMBOCTb MO3ANKHN POI'OBBLIX LIIUTKOB
[TAHLIPA YEPEITAX

TynoBUILIHBINH MaHIUPH OOJIBIIMHCTBA Yepenax MOKPHIT KPYTHBIMH SMUAEP-
MaJbHBIMH YEITySIMH — POTOBBIMU IIUTKAMH, IPAHULIBI KOTOPBIX MapKUPOBAHBI
Y3KUMU KOXKHBIMU TOTPY>KEHUSIMU — pOTrOBBIMU O60po3namu. LLluTku nanuups
00pa3yloT cBoeoOpa3HyI0 MO3anKy, HE BCTPEUAIOIIYIOCS Y IPYTUX YeITy H4aThIX
’KMBOTHBIX. B THITMYHOM clTydae IIUTKH OpraHMW30BaHBI MPOJOIBHBIMU psia-
MH CO CTPOTUM COOTIOZIEHUEM OMIIaTepansbHON CHMMETPHH M KOJIMYECTBEHHBIX
XapaKTEepUCTUK. Y OOJIBIIMHCTBAa COBPEMEHHBIX Yepenax TaKHX PSI0B CEMb!
MSTh HA CIUHHOM CTOpOHE MaHUUPsI — Kapanakce, 1Ba Ha OPIONIHOM — MIacTpo-
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Puc. 1. O6mmii man crpoeHust (Goiumo3a MaHIUPS Yepenax U HOMEHKJIATypa POTOBBIX
IIMNTKOB: a — Kapamakc, 0 — miactpon: C — HeHTpalbHble INUTKH, [ — HHpaMapruHaJbHbIC
IIUTKH, M — MapruHaJibHble IUTKH, P — IJIeBpalibHble IUTKU, P/ — TulacTpajbHbIe IIUTKH,
Sm — cynpamapruHaibHbIe IUTKH; /—/2 — NOPSIKOBEIE HOMEpa IMHUTKOB. [IyHKTHPOM IoKa3aHbl
IIUTKH, OTCYTCTBYIOIINE Y OOJNBIINHCTBA COBPEMEHHBIX Yeperax.

He (puc. 1). EXMHCTBEHHBIN HENMApHBIN Pl IUTKOB — IIEHTPAJbHBIN — TSHETCA
BJIOJIb XpeOTa U BKJIFOUAET 5 POTOBBIX A1eMeHTOB. [1o OokaM OT Hero pacrosno-
JKEHBI TUIeBpaIbHbIe (DOKOBBIC) PSiJIbI, 10 4 KPYIHBIX MUTKA B KaxaoM. [lepu-
(depuro Kaparnakca COCTaBIISIIOT MapTHHAJIbHBIC (KPaeBbIe) IIUTKH, 3HAUUTEIbHO
MEHBIIIHE TI0 pa3Mepy; OHH IpeICTaBIeHbI 00bIYHO 12 mapamu. bpromHas 9acts
MAaHLIUPSI OKPBITA 6 MAPHBIMU IJIACTPAJIbHBIMHU IIUTKAMU, KOHTAKTUPY FOLIUMU
MeXIy co0oH 1Mo MenuanbHol TnHuH. [lo nmarepanbHBIM cTOpOHAM (B 00MacTH
MOCTOB TAHIIMPS) TPETHH U YETBEPTHIA IIACTPAIIbHBIC IUTKA KOHTAKTUPYIOT
C PSIIOM MapruHAJIbHBIX POTOBBIX 3JIEMEHTOB. B CBSI3U CO 3HAYUTENBHBIMU pa3-
JIMYUSIMH B pa3Mepax MUTKH MMaHIUPs Yepernax He 00pa3yoT BhIPAKCHHBIX I10-
MIEPEYHBIX PSAMIOB, XaPAKTEPHBIX IS (OJIHI03a OOIBITMHCTBA JAPYTUX PETTH-
JIUH — g1Iepull, 3Meu, KPOKOJIUIIOB.

KpoMme yHUKaNBbHOCTH IJIaHA CTPOEHUSI IIMTKOBAHUE MMAHIUPS Yepernax xa-
pakTepusyeTcs emie ABYMs KIOYeBBIMA OCOOCHHOCTSIMU, Ka3aJloCh Obl, MaJIO-
COBMECTUMBIMU JpYT ¢ ApyroM. C ogHOU CTOPOHBI, 3TO — BBICOKHI yPOBEHb
¢brIoreHeTHYeCcKOi CTa0MIIBHOCTH, a C APYTO — NIMPOKUH CIIEKTP WHIUBHULY-
anpHOM m3MeHunBocTH (Zangerl, 1969).

MHoOTroUYNCIIeHHBIE TaJIeOHTOJIOTHYEeCKIe TaHHbIe TTOKa3bIBAIOT, 4TO Cop-
MUPOBABILHIICSI HA PAHHUX ATalax 3BOJIOLMH MATTEPH LIUTKOBAHUS MAHLUPS
yepernax He MpeTepries CYIIECTBEHHBIX M3MEHEHUU. JIpeBHellue uepenaxu,
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Hanipumep, Proganochelys n3 tpuaca I'epmanun (Gaffney, 1990) umenu ot xe
NPUHLMIIMATIBHBINA XapakTep (oaumo3a, 4To U COBpeMeHHBIH (opmbl. B xone
IBOJIIOLIUH (T. €. B pojoikeHue Oosiee yem 200 MITH. JIET HCTOPUYECKOTO pa3-
BUTHSI) NPeoOpa3oBaHmsl KOCHYJINCH TOJIBKO BTOPOCTEIICHHBIX IMPU3HAKOB PO-
TOBOTO IMOKPOBA: TIOCTENEHHO UCUE3TH MEIKHEe WHPpaMapriHalbHbIE U CyIIpa-
MapruHajlbHbIEe MUTKH, HE3HAYNTEIHHO YMEHBITHUIOCH YACIO MAPTHHATBHBIX H
MJIACTPAIBHBIX IMUTKOB, BOBMOYKHO, B CBS3H C IPOI'PECCUBHBIM yKOPOUYCHUEM
TynoBuila yepenax (Yepenanos, 2002).

SIBneHue QuIOreHeTHYECKOH KOHCEPBATUBHOCTH (HONMI03a BBITIISIANT Ma-
pasoKcalbHBIM, B CPABHEHHHU C XapaKTEePHOH JUIs uepernax ero BHY TPHBHIOBON
nabuibHOCTHI0. Kak Tmokazaiay MHOTOYHCIICHHBIC HCCIICOBAHMS, 3TH YKHBOT-
HbIe 00JIaJJal0T WCKIIOYUTEIHHO MIMPOKON WHAMBUAYAIBHOW H3MEHUYHBOCTHIO
MO3aUKH ITUTKOB, PUYEM KaK 110 YHCITy BAPUAHTOB YKIIOHEHUW OT HOPMBI, TaK
M 10 UX BCTpeuyaeMocTH. Ha ceromusmHuil 1eHb ONMUCAHBI THICSYM aHOMAJb-
HBIX 0co0eil uepenax, MpruHaAJIeKaIIIe TIOYTH BCEM COBPEMEHHBIM U MHOTHM
uckornaeMbiM Bujaam (Gadow, 1899; Parker, 1901; Newman, 1905; Coker, 1910;
Deraniyagala, 1939; Zangerl, Johnson, 1957; Ewert, 1979; Pritchard, 1979; Mast,
Carr, 1989; Bujes, Verrastro, 2007; Cordero-Rivero et al., 2008; Ergene et al.,
2011 u np.). B 2T0# cBsA3M, OKA3aTENbHBI JAHHBIE TIOJTyYEeHHBIE HA OCHOBE W3-
y4eHUs KOJUIeKIIUH aMepruKaHCKuX My3eeB (Zangerl, Johnson, 1957): y uccneno-
BaHHBIX 2200 5K3eMILIsIpOB uepenax, npuHaaaexkamux 118 Bugam, uncio adep-
paHTHBIX QopM cocTaBuio 43 %. OgHaKo B MPUPOJHBIX TOMYISIHUIX TPOIEHT
Yyepenax ¢ aTUIUYHBIM YCTPOHCTBOM MO3aWKH IIIUTKOB MOXET OBbITH M BBIIIE: OT
45 % y ronoBacToif Mopckoit uepenaxu Caretta caretta (Coker, 1910) mo 69 % y
OonortHoit yepenaxu Emys orbicularis (Cordero-Rivero et al., 2008). Ho xpaii-
HIOIO CTeNeHb BapuadenbHOCTH (HOIUI03a AEMOHCTPUPYET MOPCKask OJMBKOBAS
yepenaxa Lepidochelys olivacea, y KOTOpOW YHCIIO MUTKOB Kaparakca HaCTONb-
KO HEeCTaOWIIbHO, YTO, IO MHEHHIO PsJia aBTOPOB, OTCYTCTBYET BO3MOXKHOCTD
onpeAeanTh ux TunuaHoe konuuecto (Deraniyagala, 1939; Pritchard, 1979).

Asomanmuu Qonuao3za depenax IMOApa3JeNslioT Ha TPH OCHOBHBIX THIIA:
1) atunuyHas Gopma WM pa3Mmep IMHUTKA, 2) MPUCYTCTBHE JIOTOJHHUTEIBHBIX
(3KCTpaOpAMHAPHBIX) LTUTKOB, 3) OTCYTCTBUE HEKOTOPBIX PEr'YJISPHBIX IIUTKOB.
OTH TUIIBI AaHOMAJIMH MOTYT OOHApPY KMBAThCS Pa3/AEIbHO MU IPUCYTCTBOBATD
B KOMIUIEKCE y OHOH ocoou. Cpein aHOMaJIBbHBIX Yepenax mpeodialaloT acuM-
METpPUYHBIC BAPHAHTHI CTpOeHUs1. Kak mokasanu vccieoBaHus KOJUIeKIni 30-
onormueckoro nH-ta PAH n Cankt-IleTepOyprckoro roc. yH-Ta (cM. UepemnaHos,
2005), y 100 o6Hapy keHHBIX a0eppaHTHBIX SK3EMILISIPOB YETHIPEX BHJIOB Yepe-
nax — Kacrnuickon (Mauremys caspica), 6onotHoit (Emys orbicularis), cpenu-
3eMHOMOpCcKol (Testudo graeca) n cpenneasuarckoit (Agrionemys horsfieldi) —
aCUMMETPHUYHBIN poroBoi y3o0p umeet 81 % ocobeii. Porosrie abeppaiiiui MOTyT
3aTparuBaTh BCE OTAEINBI Kapanakca MM MIacTpoHa, HO MaKCHMAaJIbHO BapHa-
OenpbHAs 00JACTH MAHITUPS YEperax — ATO 3aJHSS MOJOBHHA CITUHHOTO IIUTA.
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Hamnbonee 4acTeiM BapuaHTOM YKJIOHEHHS OT HOPMBI SIBJISIETCS TPUCYTCTBHE
JIOTIONTHUTENFHBIX MHUTKOB (Zangerl, Johnson, 1957; Ewert, 1979; Mast, Carr,
1989; Bujes, Verrastro, 2007; Cordero-Rivero et al., 2008). Ouu MoryT cocras-
11k 110 70 % oT obiero uncna anomanuit (Yepemanos, 2005).

[onbITKH OOBIACHUTH ()CHOMEH MIUPOKOW MU3MEHUMBOCTH (HONMI03a TaH-
Ups depenax MpeArnpuHUMAINCh, HeogHOKpaTHO. llepBas m BecbMa dKCTpa-
BaraHTHas ujes Oblia BeIckazaHa X. ['amoBeiM (Gadow, 1899). CoracHo ero
HaAOIIOJICHUSIM MOJIOZIIE 0COOM MOpPCKUX uepernax (1o ero mMHeHuto — Caretta
caretta) IMEIOT OOBIYHO OOJIBILICE YHCIIO POrOBBIX HIMTKOB, YEM CTapble 0COOH
TOTO e BUAa. DTO MO3BOJIUIIO aBTOPY MPEAINOaraTh, YTO B OHTOI€HE3€ MPOHC-
XOJIUT MOCTETICHHAST PEAYKIUS YUCIIA ITUTKOB JIO TEX T0P, OKA HE JIOCTHTaAeTCsI
KOJIMYECTBO THITMYHOE I B3pOCHBIX yepenax. [lo muenuto ['anoBa, penyKus
peanusyeTcs 4epe3 CIWsTHUE WM BbIIaBIMBaHUE COCETHUX IIUTKOB, TPUYEM
KKl TOCIENYIOMNN €€ Tall HAXOAUTCS B CTPOTrOM CBS3U C MPEABLIYIINM.
Takum 00pa3oM, MpeoOpa3oBaHUE NIMTKOBAHUS HJET 110 CTPOTO OMpPEACIICHHOM
TPaeKTOpHUH, T. €. ABIsgeTca oproreHeTnyeckuM. X. Hetoman (Newman, 1905)
MpHJIAT OPTOTCHETHYECKOW THIIOTE3€ IBOIIOIMOHHO-(PHIOTCHETHYCCKII BEK-
TOp, TIPEIJIOKUB PACCMaTPUBATh AHOMAINH B KAYECTBE «CHCTEMAaTHYECKUX aTa-
BH3MOBY», yCMOTPEB B HIX KPOME CTaJINi OHTOTEHE3a, TAKKE ITAITbl IBOJIOIH-
OHHBIX IMPEe0OpPa30BaAHU.

JanpHeiine HCCIeA0BaHMs BBISBUIM HECOCTOSTENBHOCTh KOHUENLUN
opTorenesa. Bo-mepBbiX, 0Ka3anoch, 4YTO MccIeOBaHHBIC ['aloBBIM HOBOPOXK-
JIEHHbIe 0co0M omunO04YHO oTHeceHbl K C. caretta, a Ha caMoOM JieJie TpUHaI-
JeKaT IPyToMy, HEXKEITH B3pOCIIble, BUAY depenax — Lepidochelys olivacea (cm.
Pritchard, 2007), ornuyaromemycst KpaifHelW HEYCTOMYHUBOCTBIO CTPOCHHS (o-
nuo3a (cM. Beiie). Bo-BTophIx, n3ydeHue 6osee 00beMHBIX MaTepualios 1o C.
caretta (Coker, 1905, 1910) He BBISIBUIIO CYLIECTBEHHBIX Pa3IHUNN B KOJIMYECTBE
AHOMAJIBHBIX dK3EMILISIPOB CPEH MOJIOZIBIX M CTaphIX uepenax. Takxke He ObLIo
HaliICHO HUKAKHUX CIIEJIOB, YKAa3bIBAIOIIUX HA PETYJISIPHOE CIUSHUE IUTKOB B
XO/Ie X OHTOTEHETHYECKOTro pa3BUTHA. B pesynbprare y uepemax He oOHapy-
JKUJIOCh «OPTOTEHETUYECKUX BapUalldii» B CMBICIIEC TIPOIPECCUBHOM PelyKITNU
IIMTKOB B HOPMaJIbHOM ITIOCTHATaJIbHOM OHTOTEHE3E.

YcTaHOBNEHO, UTO HAPYUICHUS, MPUBOASIINE K CYIIECTBEHHBIM aHOMAHUSIM
HIMTKOBAHMSL, IIPOUCXOASIT B SMOpHOreHese. bolbIIMHCTBO HccienoBareneii cBsi-
3pIBACT WX TIOSIBJIICHHE C BO3JICHCTBHEM HEOJIArONpHUSTHBIX (DAaKTOPOB Cpelbl B
nepuox nakybanuu (Coker, 1910; Lynn, Ullrich, 1950; Bujes, Verrastro, 2007 u
1ip.). OmHAKO I HEKOTOPBIX aHOMAJIUH MPE/IOoIaraloT TeHETHIECKY O TPUPOTY
(Zangerl, Johnson, 1957). Ha 3ToM ocHOBaHMH OBLIO MPEJIOKEHO Pa3IHIaTh J[BS
¢dopmbl BapuabenbpHOCTH (onupo3a y yepenax (Zangerl, 1969). Ilepsas — «ano-
MaJIMM OHTOTEHE3a»: HapyILIeHNU s, CBSI3aHHBIC C IOBPEKACHUSIMH B XO/I¢ HHIUBU-
JyallbHOTO pa3BUTHs. BTOpas — «IOBTOPSIIOIINECS aHOMAIHI». CHMMETPUYHBIE
Y aCHMMETPHYHbIE Baprallii, BOZHUKAIOIINE C OTPEACTICHHON s JAHHOTO TaK-
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Puc. 2. AHOManus poroBeIX IIUTKOB TUMA «3UT3ar» y Geochelone carbonaria
(Pritchard, 2007).

coHa (BHJa, PO/Ia) YACTOTON M SIBJISIOLIUECS, IPEAIONOKUTENBHO, (DEHOTHITHYE-
CKUM TNIPOSIBIICHHEM BapuabeIbHOCTH TeHoTHa. Takum 06pa3oM, Bce aHOMaIHH
ObLTH pa3zesieHbl HA HEHACIICACTBCHHBIC M HACIICICTBCHHBIC, OJHAKO TeHETHYE-
CKHUI KOHTPOJIb B OTHOLIEHUH MOCIEAHNX JINIIb TOCTYINPOBAJICS.

[IpennpuHATEIE TONMBITKH OTACIHTH TEHETHYECKYIO COCTAaBIISIONIYIO W3-
MEHYHMBOCTH OT BIIMSIHUS BHEIIHUX (DAaKTOPOB TOKA HE YBEHYAINCH yCIIEXOM. B
pe3yJbraTe HaOIIONCHUH U Pl SKCIIEPUMEHTOB YAAJIOCh YCTAHOBUTD JIMIIb TO,
YTO B Pa3HBIX MOMYJALNMIX Yepenax 4acToTa BCTPEUaeMOCTH aHOMaIbHBIX 0CO-
Oeii paznuyHa. Kpome Toro, mokazaHo, 4To 3TH Pa3iHuMsI CBSI3aHbI C PA3IUIHOMI
CTETICHBIO YCTOWYMBOCTH 3TUX MOMYJISIUHA K BO3ACHCTBHIO HEOIArOMPUATHBIX
(akTOpoB cpe/bl, 00yCIOBIEHHOH, BO3MOXKHO, TeHeTrdecku (Cordero-Rivero et
al., 2008; Velo-Anton et al., 2011). OqHako reHeTHYECKas IETEPMIHAIIIS CAMHUX
AHOMAaJIMH HE HAXOAUT MOATBEPIKACHUSI.

TpanuuuoHHO OOJNBIIONH HMHTEpEC BBI3BIBAIOT adeppalud B 00JAaCTH LECH-
TpaJIbHBIX W TJICBPAJIbHBIX MIMTKOB. Yalle BCero 3T0 aHOMallMK THIIA «3UT3ar
(Pritchard, 2007) ¢ acCKMMETPHYHBIM PACIIOJIOKEHUEM JICBBIX U MPABBIX ILJICB-
PaIBHBIX IIUTKOB, MEXIY KOTOPBIMH BKJIMHHMBAIOTCS aCHMMETPHUYHBIC MapHbIC
[EHTpaJIbHbIE IUTKH TPEYTOIBHON (hOpMBI (pHC. 2). B yKkazaHHOM THIIE aHOMAJTHHA
yCMaTpHUBAETCsI HEKOTOPasl YIOPSAOYEHHOCTh PACIIONOKEHUST POrOBBIX 3JIEMEH-
TOB, YTO TO3BOJIMJIO MPETONIOKHUTD, YTO LEHTPAIbHBIC U TUICBPAIbHBIC IIUTKU
MPEICTABIISIOT COOOM HE OTICTBHBIC SUHHIIBI, a aCCOIHAIIUI0, KOOPIUHUPOBAH-
Hoe 1eioe (Coker, 1910; Zangerl, Johnson, 1957; Ewert, 1979). CoriacHo MHEHHUO
psna aBTopoB (Zangerl, Johnson, 1957; Pritchard, 2007) B caydae aHOMaabHOTO
pa3BuTHs GomI03a reoMeTprudeckas (hopMa COCeTHHUX IUTKOB H3MEHSETCS B pe-
3yJIbTaTe AEHCTBUS MEXaHU3Ma KOMIIEHCATOPHOT'O POCTA IIPH COXPaHEHUHU 001Iei
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KoH(UTyparuu mannups. OeHOMEH yTOpsAI0YeHHOCTH aHOMAJBHBIX HIUTKOB
Kaparakca ObUI Ha3BaH MOATOHOYHBIM cHHApOoMOoM («dovetail syndromey; Ewert,
1979). Ilpu 5TOM CHHApPOME, COTTIACHO MOCIECAHEMY aBTOPY, MJIEBPaJIbHbIE HIUT-
KM XapaKTepU3yIOTCs HapacTalollel B KayJaJlbHOM HAlpaBICHUN aCUMMETPHEH,
B pe3yJIbTaTe Yero 3aJ{HUe NEHTPAJIbHBIC IUTKU CTAHOBSITCS HEOTITMYUMBIMU OT
TJIEBPAJIbHBIX B CBOEH aCUMMETPUYHOMN CeprH, HEPEIKO MapHOM.

SIBneHue HapacTaromell aCHMMETPUH XapaKTepHO ISl Pa3BUTUS MHOTHUX
MHO)KECTBEHHBIX, T. €. TOMOJWHAMHBIX OpPraHOB. Y IO3BOHOYHBIX OHO BBIpa-
JKaeTcs B TOM, YTO Me30JiepMa B XOJe HapyIICHHUs] COMUTOreHe3a MOXeT (op-
MHPOBATh CETMEHTBI, HEPABHBIE 10 JJIMHE HA JIEBOM M IIPaBOMl CTOPOHE Tena.
3T0, B CBOIO OuYepe/ib, MPUBOAMUT K CJIBUTY MEKCEIMEHTapHBIX (CENTaIbHBIX)
TIEPETOPOIOK OJTHOM CTOPOHBI OTHOCHTENHHO ApYToi. CIBUT YBENTUYNBAETCS OT
TIEPBBIX CETMEHTOB K TMOCJIETHUM TeM ObICTpee, YeM OOJbIlle pa3HUIa B JJTHHE
cerMeHToB. Takoe HapylLIeHWEe CErMEHTALMU BBI3bIBACT ACUMMETPHUIO 3aKJIaJI0K
MapHBIX KOHTpaJlaTepajbHbIX OPraHoB (HalpUMep, JEeBbIX U MPaBbIX MOJIOBHH
mo3BOHKOB; cM. KoBasenko, 1992), koTopas HapacTaeT B 3aJHEH yacTH Tena.

OnHaKo B OTHOIICHUH PSIJIOB TUIEBPAIBHBIX IIUTKOB MAHIIMPS Yepenax uies
HapacTaroleil aCHMMETPHH BCTPEYaeT ONpeie]IeHHbIe TPYIHOCTH. B GonmbrriH-
CTBE «3WUT3ar-aHOMaJIni» MOCTENEHHOI'0 HapacTaHUs aCUMMETPUU TLIEBPAh-
HBIX LIUTKOB HE OOHApY>KMBAETCS: KPYMHBIE M MEJKHE IJIEBPabHbBIC IIUTKH
MOT'YT 4YepeloBaThCsl Ha KaxkJIol cTopoHe Tena. CieqoBaTellbHO, aCHMMETPHUS
ATUX POTOBBIX DJIEMEHTOB HMEET HHYIO IPUPOLY.

[o HamleMy MHEHHIO, OTCYTCTBHE yJOBICTBOPUTEIBHBIX O0BICHEHUH MOp-
(oreHeTHYECKUX TPHYMH U3MEHYUBOCTH (DONIH103a 00YCIIOBIIEHO HETOCTATKOM
JIAHHBIX TI0 €T0 HOPMAJBFHOMY Pa3BHTHIO y uepernax. HeciryuaitHo mosToMy, 94TO
B MOCJIEHEH CBOAKE MO MOP(OJIOrHH Yepenax CBEICHHs O Pa3sBUTHH POTOBBIX
HIMTKOB OTPaHMYMBAIOTCS JIMIIb OJHOH (pa3oi: «Mo3amKa SMHJICPMaTbHBIX
HIMTKOB BO3HUKAET 3aI0JITO JI0 OKOCTEHEHH I TUTACTUHOK TIAHIIUPSI, & MOJICTHIIa-
fomfas IepMa MOKET UTPaTh BaXXHYIO poiib B (POPMHUPOBAHUY SITHIEPMATIBHBIX
IIUTKOB, CXOAHYIO C BIMSHAEM COMATHYECKOW JIEPMBI Ha TIATTEPH ONEPEHUS Yy
ubituienka» (Gilbert et al., 2007, c. 2).

MOP®OI'EHETUYECKHE 3AKOHOMEPHOCTH PA3BUTH A
OOJINIO3A B HOPME U ITP1 AHOMAJINU

He BBI3BIBaCT COMHEHHUSI, YTO IBYCTOPOHHSSI CUMMETpHs donunosza aedu-
HUTUBHOI'O MAaHLHUPS 4yepenax CBsi3aHa ¢ OuarepanbHOW CUMMETPHUYHOCTBHIO
pa3BHBAIOIIErOCcs 3apoAbllla, CBONCTBEHHOM BceM NM03BOHOYHBIM. Kpome Toro,
BBICKa3bIBAJINCH MPENTIONIOKEHHS, YTO TIEPBUYHAS COMATHYECKasi OpraHu3anus
9MOpHOHA Yepernax MOXKeT ONpPEACsTh KOIMYeCTBEHHBIE XapaKTePUCTUKH (o-
JIMJ103a, 10 KpalHel Mepe, B OTHOLLEHUH IIIMTKOB MAPTUHAJIBHOTO psijia. B yact-
HoctH, JIk. [apkep (Parker, 1901) yka3piBaii, 4T0 YUCIO MapruHAIBHBIX [UT-
KOB KOJINYECTBEHHO U I10 MOJIOXKEHUIO COOTBETCTBYET YHUCIy peOdep, KOTOphIE,
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KaK M3BECTHO, 3aKJIaAbIBAIOTCS IOCETMEHTHO. OIHaKO, HECMOTPsL Ha OoJiee uem
BEKOBYIO UCTOPHIO M3YUYCHHUSI, KOHKPETHBIC MEXaHU3MbI CTAHOBJICHHS MO3aUKH
LIMTKOB U MOJJCPKaHUs ee CTaOMIBHOCTH CTallM SCHBI TOJBKO HENABHO — I10O-
CJIe IPOBEACHUS CIICIIMAIbHBIX YMOPHONIOTHUECKUX UccaeoBanui (UepenaHos,
2002, 2005; Cherepanov, 20006).

B xauecTBe 00BEKTOB ITHX HCCICAOBAHUH OBLIM BRIOPAHBI IBA BHUIA — Cpe-
nuzemHoMopcekas (Testudo graeca L., cem. Testudinidae) m Gomotnast (Emys
orbicularis (L.), cem. Emydidae) uepenaxu. CpaBHUTEIbHBIN aHanu3 Mopdore-
HE30B 3THUX Yepenax — NpeAcTaBUTeNeH pa3HbIX CEMEUCTB — MO3BOJIMII BbIUJie-
HHUTDH O6HH/I€ 3aKOHOMCPHOCTH Pa3BUTUA, XAPAKTCPHBIC AJIsI T'PYIIIIBI B LCJIOM,
OTACIIMB UX OT NPU3HAKOB BHUA. Tlonnas cepusd HCCICAOBAHHBIX 3M6pI/IOHOB
OT CTaJu{ COMUTOICHE3a JI0 CTaJuH BbUIYIUIEHUS (IpOOHAst B COOTBETCTBUU
¢ 26-cTanuifHON TabnuIeli HOPMAJIFHOTO Pa3BUTHA Yepernax; Yntema, 1968), a
TaK)Ke CepUHHBIC TUCTOJIOTHYECKHE CPE3bl IMOPHUOHOB, TPOU3BEICHHBIE B TPEX
B3aMMHO TMEPICHANKYISPHBIX TIIOCKOCTIX (PpOHTAJBHbBIE, TapacaruTTalbHbIC
Y TIOTIEPEYHbIE) TO3BOJIMIIN THIATEIBHO MPOCIEANUTh U TOJIPOOHO OMKUCaTh pas-
BUTHUEC KOXXHBIX IMOKPOBOB U X IIPOU3BOIHBIX. HpHMeHeHHLIﬁ HUCCJICA0BATCIIb-
CKHH METOA IO3BOJIMJI BBIIBUTH TaKW€ TOHKME IETAlN CTPOCHMS M Pa3BUTHUS
SMUEPMHUCA U AEPMbI, KOTOPBIE HE ObUIM JOCTYIHBI (HallpuMep, B CUITy ¢par-
MEHTAapHOCTH MaTepHalia) MJId YIUIH OT BHUMAaHHS IPYTUX UCCIEIOBATENCH.

[TonpoGHOEe omucaHue XoAa Pa3BUTHS KOXKHBIX ITOKPOBOB y HCCIIEIOBaH-
HBIX BHJOB 4epernax JaHO HaMHU B psJe MPeaUIecTBYIOMUX MyOauKamui (cM.
Uepenanos, 2005). DTo mo3BoOJISET B HACTOSIIEH paboTe OTPaHUIUTHCS TOIBKO
IPEICTABICHUEM OCHOBHBIX PE3YyJIbTaTOB IPOBEAEHHOIO MOP(POreHETHIECKOIO
aHaIM3a, KOTOPble MOXKHO CyMMHUPOBATh CIECAYIOLIIM 00pa3oM.

1. 3a4aTKu POroOBBIX IIUTKOB NAHIMPS Yepenax BIEPBbIC BOSHUKAIOT B BHJIE
HEeOOJBIINX JIOKAJIBHO PACTIOIOKEHHBIX AMHUICPMATbHBIX YTONMIEHUH — IIaKOI.
OT cocefHUX YYacTKOB SMUACPMHC IIAKOJ OTIHYAETCS CTONOUaTOl (opmoit
KJIETOK 0a3aJIBHOT'O CJIOSI M HAJTHMYHEM JOTIOJIHUTEIBHOTO CII0s CyTpada3aibHbIX
KJIETOK. B amOpuoreHese niaakoas! (OpMUPYIOTCS Ha CTAOUAX, 3HAUUTEIIBHO
Oosiee paHHUX B CPaBHEHHUH CO CTaausMH (GopMupoBaHus Goanao3a y yemyi-
4yaThIX penTuiIni. [Ipu 3ToM Ha TOTanbHBIX MpenapaTax YSMOPHOHOB Yepenax, ¢
KOTOPBIMH UMEJH AeJ0 OONBIIMHCTBO UCCIIEN0BATENEH, IIaKOABI TPaAKTHYECKH
He BUJHBL B cuiy aToro 3a Hayano popMUpOBaHUs HIMTKOB Y Ye€perax MHOTHE
aBTOPBI OMIMOOYHO MPUHUMAJH TOSBIICHHE KPYIMHBIX pa3IelieHHBIX 0opo3ma-
MH KOXXHBIX CTPYKTYp (cM. Yntema, 1968; Mahmoud, 1973; Ewert, 1985; Miller,
1985; Guyot et al., 1994; Alibardi, Thompson, 1999; Greenbaum, 2002), T. e., 1o
CYTH JeJia, 3aBEepIIAIOIINE 3TAIbl CTAHOBJICHUS IIUTKOBAHMSL.

2. B kapanakce MeCTONOJIOKEHHE TIAKOZ CTPOro MPHYPOUYECHO K HoIeped-
HBIM CKJIaJIKaM 3MOPHOHA — CENTAIBHBIM ITOTPYKEHUSIM TTOKPOBOB, (POPMUPYIO-
IIMMCS B MECTax MPUKpPEITIeHUs K 0a3anbHOi MeMOpaHe anuaepMuca KoJjare-
HOBBIX BOJIOKOH, COCTABJISIFOILIUX MHOCENTHI. DTH CKJIAJAKU BO3HUKAIOT Ha CTa-

283



IUSIX COMUTOTreHe3a (pHC 3a) M COXPaHAIOTCS Y S9MOPHOHOB Uepernax J0CTaTOYHO
JIOJITO, BHEILIHE MApPKUPYsl CETMEHTALMIO Tela. DMOpUOHANIbHAS CerMEHTAIH
00yCIIOBIIMBaeT METAMEPHOE CTPOCHUE BHYTPEHHUX OPraHOB, MPEXJE BCETO
3JIEMEHTOB OCEBOT0O CKEJIETa, HO TaK)Ke MOXKET MPOSBIATHCS M B CETMEHTAapHOM
OpraHHU3aIliy IOKPOBOB, UTO MBI M HAOIIOAaeM y yepernax (puc. 30).

3. B xone mop¢orenesa miakobl BOSHUKAIOT HE OIHOBPEMEHHO, a B OIpeze-
JICHHOH I0CJIeA0BaTENbHOCTH (pHUC. 6, a-6). [lepBBIMU MOSIBIISIFOTCS MapruHaJib-
HBIC U TUIEBPAJIbHbIE 3a4aTKH IUTKOB Kapamnakca (13 craaus smOpuorenesa). [pu
3TOM MapruHabHBIC TUIAKOIBI JIEXKAT B Ka)KJJOM CElTaIbHOM MOIPY>KeHHU Kpa-
eBoif yacTu Tynosuia (puc. 36, 4a), ux uucio (12 map) COOTBETCTBYET KOJIHYe-
CTBY CErMEHTOB (DOPMHUPYIONINX MAHIUPh (2 TOUHEE, KOIUYECTBY MOMEPEUHbIX
TYJIOBUIIHBIX MUOCENT, PA3ACISIOIINX 3TH CerMeHThI). [lneBpaibHble MiIaKkoabl
(4 mapb1) 00pa3yroTCs CHMMETPHUYHO Ha JJOPCOaTepaibHOI CTOPOHE Tela B pai-
onax uetHbIX (II, IV, VI u VIII) TynoBUIIHBIX MHOCENT (32 NEPBYIO TYJIOBHIL-
HYI0 MHOCEITY TPUHSATA Ta, B pailoHe KOTOpoi (opMupyeTcst mepBoe pedpo).
Takum 00pa3oM, B OTIIMYUE OT MAPTUHAJIBHBIX, 3TH TUIAKO/bI MOSIBIISIIOTCS HE B
KaKJION CEeNTaNIbHON CKIaaKe, a uepe3 onHy (puc. 36). LleHTpaapHbIe TIIaKOIBI
pa3BuBaroTcs mmo3aHee (15 cramus), KaXkaas B BHJIC JICBOTO M TIPaBOTO 3a4aTKOB
(puc. 46). Bckope 3Tn napHble 3a4aTKH CJIMBAIOTCS IO MeUaJIbHON JIMHNH, 00pa-
3ysl ISITh €IUHBIX IEHTPAJIBHBIX IJIaKOA. B HOpMe IIeHTpaibHBIE TIAKOABI PACIIO-
nararotcs B paiioHax HeueTHBIX (I, 111, V, VII u [X) TynOBHIIHBIX MHOCEIIT, T. €.
B IIaXMAaTHOM IOPSAJIKE C IUIEBPAJIBHBIMU IIakoAaMH. [1macTpanbHble MIaKob!
(6 map) BO3HUKAIOT MO3Ke BO3HUKHOBEHHUS TJIaKoA Kapamakca (16 cranus) mo me-
pudepun COeAMHNUTEIBHOTKAHHOIO OPIOIIHOTO IUTa CUMMETPUYHO C KayKJIOH
CTOPOHBI Tesa. MecTa UX BOSHUKHOBEHHS HE HMEIOT SIBHOM CBSI3H C IOJIOKEHUEM
MUOCEIT, OTHAKO KOCBEHHBIE JaHHBIE MO3BOJIAIOT ATy CBs3b Mpeamnonaarars. Bo-
NEepBBIX, HAa OOJee paHHUX CTAAMIX OHTOTeHe3a Mepudeprudeckast 00IacTb mia-
CTpOHA HECET YePTHI ONPE/IeTIeHHON cerMeHTUpOoBaHHOCTH ( Yntema, 1970; Guyot
et al., 1994). Bo-BTOpBIX, CXOMHBIN XapaKTep pa3BUTHS BCEX IMUTKOB MaHIHPS
KOCBEHHO YKa3bIBAa€T HA BEPOATHO CXOAHBII MOPSIOK IETEPMUHALIMU UX PaCIIO-
noxenust. Cyzs o MaJoMy YMCITy MJIacTpaibHbIX IMUTKOB (6 TYK Ha 12 Tyno-
BHUIIIHBIX METaMEPOB) U UX pa3MEPHBIM XapaKTEPUCTHKAM, 3a4aTKH YKa3aHHBIX
IIUTKOB 3aKJa/IbIBAIOTCS HE B KAJKJIOM CETMEHTE Teja, a, BEPOSITHO, Yepe3 OJ1H.
Takum oOpazom, Ha 16 cTaauu pa3BUTHS SMOPUOHOB Ueperax 3aBepIracTcs Ha-
yaJIbHBIN 3Tal popMupoBaHus UX (OIHI03a, KOTOPBIH YCIOBHO MOKHO Ha3BaTh
cTanuel dIuIepMaIbHBIX UTaKo (pHUC. 5).

4. OKOHYATeNbHBIN PUCYHOK (oNKI03a ycTaHABIUBaeTcsa Ha 17-18 ctagmsax
9MOpHOreHe3a P pa3BUTUU KOKHO-POTOBBIX 00p0311, 000COOISIOMNX IIUTKH
naHuups (puc. 6e-e). 3adatku 0opo3n GOPMHPYIOTCS OTACIBHBIMU Yy4acTKa-
MU B BHJIC HETTTyOOKUX MOI'PYKEHUH dMUAEpMECa B AEPMY. DTH MOTPYKECHUS
MOSABIISIIOTCS, TIPEXKJE BCETO, B MECTax HanOoJiee pe3KOro mepenaaa TOMIIUHBI
3MMUIEPMHUCA, YTO COOTBETCTBYET 3aJHUM U 33 IHCOOKOBBIM I'paHHUIIAM IJIAKOJ,
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Puc. 3. ®poHTanbHble Cpe3bl TYJIO0BUILA YMOPHOHOB Yepenax: a — Testudo graeca, 10-5 cta-
Ius pa3BuUTus; 6 — Emys orbicularis, 15-a cranus pa3sutus; 6 — Emys orbicularis, 16-s cranus
passutus; Ar.N — HeBpanbHas ayra, Cos — 3a4aTok pedpa, D — nepma, Inv.S — cenraibHOe yIiTy-
Onenne, M.P — MapruHaibpHas IUIakona, Ms — momepedHas cenrta (Muocenta), N.7 — HepBHas
TpyOKa, P.P — mieBpanbHas miakona, Som — coMuT. Cpesbl OKpalieHbl reMaTokcuanuoM Jemna-
¢unpaa ¢ r03uHOM. MacitabHast tuHeika 250 MKM.
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Puc. 4. Tlonepeunsie cpe3sl TynoBHIIa SMOpHOHOB Testudo graeca Ha 15-# cTaguu pa3Bu-
THS: a — 00JIaCTh MJIEBPANBHBIX [UTAKOM; 6 — 00JacTh HeHTpalbHbIX wiakoa: Ch.D — xopaa, C.P
— HeHTpaibHas miakoaa. OctanbHble 0003HaYeHUs cM. puc. 3. Cpe3bl OKpalIeHbl TeMaTOKCHIIH-
HoM Jlemadunpaa ¢ s03mHOM. MacmTaOHas TuHeika 250 MKM.

pacHUIMpPEeHHBIX K 3TOMY BpeMeHH. Jlanee pa3zpacTaHue 3a4aTKOB OOPO3.1 IpOUC-
XOIUT BJIOJb I'PAHUI] MEXKIY TOJICTHIM M TOHKHUM SIHIEPMHUCOM 10 GOPMUPOBa-
HUS MKy HUMU (00p0O3/1aMi) KOHTAKTOB U 00pa30BaHUsI €INHON CUCTEMBL. B
sMOpHOreHe3e Yepenax MnepBbIMU MOSIBIISIIOTCS LIEHTPaJIbHbIE O0PO3/1bl, a 3aTeM
MPOUCXOAUT HEHTPOOESKHOE pa3BUTHE Ooliee mepudepruuecKn PacioIoKEHHBIX
LHEHTPO-TIJIEBPAIbHBIX U IJIEBPaIbHBIX 00p0o31. MapruHaibHbie 60p03/bl Kapa-
nakca ¥ OOpo3/Ibl MIACTPOHA 3aKJIaIBIBAIOTCS, HAIPOTHB, 110 Nepupeprn MaH-
IUPS ¥ Pa3pacTaloTcs HEHTPOCTPEMHUTEIBHO.

YcTaHOBJIEHHBIE 3aKOHOMEPHOCTH X072 HOPMAJBHOTO PAa3BHTHS POTOBOTO
NaHIUPs Yepernax MO3BOJIUIN MOHATh IPUPOAY BO3ZHUKHOBEHHUS €r0 aHOMAJIHH
¥ B TOM YHCJIe MHOTOYHCICHHBIX aCHMMETPHYHBIX BapuaHTOB cTpoeHus. Ha-
PYLIEHHIO CHMMETPHH B 00JIACTH IIEHTPAJIBHBIX U MJIEBPATBbHBIX IUTKOB (BO3-
MO)KHO, TaK)Ke IIJIaCTPAJIbHBIX) HAHOOIBIIEH CTENEHH CIOCOOCTBYET HATMYNE
«BAaKAHTHBIX» (B HOpPME CBOOOIHBIX OT 3a4aTKOB IIUTKOB) CENTAJIBHBIX MOTPY-
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Puc. 5. PacionoxxeHne 3a4aTKOB POTOBBIX IUTKOB (AMHEPMAIIBHBIX TUIAKO[) Y IMOPHOHOB
yepenax: a — o0JacTh Kapamakca, 15-1 cTagus pa3BuTus; 6 — 00JacTh IIaCTpoHA, 16-1 cTagus
passutusi: PL.P — nnactpaibHas miakoja; /—12 — nopsiakoBbie HoMepa miako. OcTanbHbie 000-
3HAYEHHUsI CM. puc. 3, 4.

skeHui. IMEHHO 1o3ToMy, HanboJiee 4acTO BCTPEUAOIIMMCS TUIIOM aHOMAaTHi
ABJIACTCSA HpI/ICYTCTBI/Ie B (I)OJ'II/II[OEEG JOIIOJTHUTCIIBPHBIX IITHUTKOB, KOTOpLIe, I10-
BI/I}Z[I/IMOMy, IIOSIBJIAKOTCA B OTUX BAKAHTHBIX MECTax IaxKe HpI/I CaMbIX HEC3HAYU-
TEJIbHBIX HAPYLICHUAX OHTOreHe3a. OTCYTCTBHE 3aMETHBIX MOPHOIOTHIECKUX
pasIuYHii MEXTy COCCTHUMHU CETMEHTAMHU U MX CENTalbHBIMU TOTPYKEHUSIMU
(T. €. KaK 3aHITBHIMH, TAK U HE3AHATHIMH IJAKOAAMHU) YKA3bIBACT HA TOM, YTO
MECTa BOSHHKHOBCHHUS IIEBPATBHBIX ILIAKOI, [I0-BUIUMOMY, HE JICTEPMUHUPO-
BAaHBbI CTpOFO HpCIlHlCCTBYIOHII/IM X0aoM pa3BI/ITI/ISI, nu HOC-)TOMy BepOﬂTHOCTL I10-
ABJIICHUA OTKHOHCHHﬁ B MCCTOIIOJIOKCHHNHU U KOJIHYCCTBC 3THUX IIJIAKOA, a 3aTEM
M IIMTKOB 0COOEHHO BEJIMKA.

JlanHble 10 MOpQOreHe3y MO3BOIUIH YCTAHOBUTD IPUYHHBI KOPPETHUPOBAH-
HOT'O Pa3BUTHUSI IEHTPAIBHBIX U IIEBPATBHBIX IUTKOB B HOPME U IPU aHOMa-
nuu. Kak ObLI0 1MOKa3aHo, IICHTPAJIBHBIC TIAKOBI MOSBISIOTCS TIO3]IHEE TJICB-
pajbHBIX MapHBIMHU (JIEBBIM U MpaBbIM) 3a4aTKaMH. B HOpMeE MX IOJIOKEHUE B
palioHaX HEYETHBIX TYJIOBULIHBIX MHOCEIT CTPOr0 KOPPEIUPYET € MOJOKEHUEM
IJICBPAJIBHBIX IJIAKO, TPUYPOUCHHBIX K YCTHBIM CEHTAIbHBIM IOI'PYKCHHSIIM.
YepeccerMEHTHBIN MAaXMATHBIH TIOPSIOK PACHONIOKEHHS 00CYKIAEMbIX POro-
BBIX 3a4aTKOB SIBJISIETCS 0230BBIM COCTOSIHHEM (OTUI03a, YHACIESIOBAHHBIM CO-
BPEMECHHBIMH YeperaxaMu OT MpeakoB. HecMOTps Ha TO, YTO 3TO COCTOSIHUE
HC SABJIACTCA a6COJIIOTHO YCTOI\/'I‘H/IBI)IM, HaMH YCTaHOBHeHO, 9TO0, KaK HpaBI/IJ'IO,
B cnyqae aCI/IMMeTpI/I‘IHOI\/’I 3aKJIa K1 HJ'IeBpaJ'[BHBIX IINUTKOB JICBBIC U npaBHe
3a4aTKH [IEHTPaAJIbHBIX IIIMTKOB Pa3BHBAIOTCSA TOKE ACHMMETPUYHO, IIPHUYEM Ha

287



=N

LlesTpanskse

LeHTpansHiie
Gopoanm j

Gopoage

N
(oY

Puc. 6. Cxema 10cie10BaTeIbHOCTH PA3BUTHS LICHTPAIBHBIX U IJICBPAJIbHBIX IIUTKOB Ka-
pamnakca B HOpMaJIbHOM 3MOproreHese yepenax (Ha npumepe Iestudo graeca): a — cragus 13—14,
6 —cranus 15, 6 — cranus 16, e-e — ctagus 17. O603HaueHus cM. puc 3, 4.

KaKJI0ll CTOPOHE TeJla B COOTBETCTBUE C YKa3aHHBIM BBILIE IIAXMaTHBIM IIOPsi -
KOM yepenoBaHust. Ce0BaTeNbHO, TOJIOKEHUE 3a4aTKOB ICHTPAJIbHBIX LIIUTKOB
OIIpeIeIIsIeT s TOJIOKEHUEM TUIEBPAJIbHBIX, a IaXMaTHBIN MOPSJJOK PaCIIOJIOKe-
HUS 9THUX SMUAECPMAIBHBIX CTPYKTYP MOp(doreHeTnyeck (PUKCUPOBaH CTPOXKE,
yeM UX OuyiaTepajibHas CHMMETpUs. B cuily 3TOro, pa3BelieHHbIC Ha CETMEHT
ACUMMETPHYHO 3aJI0KEHHBIE TTApHBIE 3a4aTKX EHTPAJIBHBIX IIJIAKO/ Jallle BCe-
ro HE CIMBAIOTCS 10 MEJUAJIbHOW JTUHHUH, a COXPAHAIOT CAMOCTOSTEIbHOCTD,
00pa3ysl B KOHEYHOM HTOI'€ /IBa psija IUTKOB LEHTpaibHOU cepun. Takum 00-
pa3oM, MOXKHO 3aKJIIOYHMThb, YTO OCHOBHAs NpPUYMHA HAPYLIECHUS CUMMETPHHU
¢donmmos3a Kapamakca — 3TO 3aKJIaJKa IUIEBPAJIbHBIX IIMTKOB B OWJIaTepasbHO
HECOOTBETCTBYIOIIMX CErMEHTaxX Teja, BbI3bIBAIOIIas B MOCJEICTBUE acCUMMe-
TPHIO 3aKJIAJKN EHTPAIBHBIX IUTKOB. DTH HApYIICHHS B IeDUHUTHBHOM CO-
CTOSIHUU IIPOSIBISAIOTCS KaK: aCUMMETPHUS KOHTPAJIaTepPaJIbHBIX IIJIEBPaIbHbBIX
LIMTKOB, U3MEHEHHE UX (OPMBI, pA3MEPHBIX XapaKTEPUCTUK U YNCIIA; HAINYHUE
OunarepasbHO ACHMMETPHUYHBIX LICHTPAIbHBIX IIUTKOB, 00pa30BaHUE UX JABO-
HOT'O aCHMMETPHYHOTO psija (puc. 7).

Cyns mo pesyibraTaMm MOpP(OreHeTHYECKHX HCCICIOBAaHUH, HIUTKOBAHUE
ractpona GopMupyeTcs He3aBHCMMO OT IIMTKOBAHMSI Kapamakca. JTO TOJ-
TBEP)KJIAIOT ¥ MHOI'OYMCIICHHbIE JaHHbIE 110 WHIUBUAYAJIbHON M3MEHYMBOCTH
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Puc. 7. HoBoposkaeHHBIe 9K3eMIUSIpHl Testudo graeca ¢ CAMMETPUYHBIM U aCHMMETPHY-
HBIM PACIOIOKEHHUEM [IEHTPAIBHBIX U [UIEBPAJbHBIX IUTKOB Kaparmakca (d, 6, 0) U cXxeMaTH4e-
cKOe n300pa)KeHUE ITUX BAPHAHTOB CTPOCHHUS C BEPOSITHBIM PACIIONIOKEHHEM IMOPHOHATBHBIX
3aYaTKOB IIMTKOB (IICHTPAJIbHBIX U MJIEBPAJBHBIX IJIAKOM) 10 CErMEeHTaM Tena (6, 2, e): a, 6 — co-
crosiue Gonnao3a, COOTBETCTBYIOIIEE HOPME; 6, 2 — abeppaHTHOE COCTOsIHKE (DOITH/103a C TPeMsI
[UIEBPAJIbHBIME IUTKAMH CJI€Ba U JOMOIHUTEIbHBIM LEHTPATIBHBIM LIUTKOM; 0, € — abeppaHT-
HOe cocTosiHue (OIHI03a C ACHMMETPHEN TUICBPAIbHBIX IIUTKOB U MAPHOCTHIO IUTKOB II€H-
TpaspHOro psiaa. [TonokeHre TIAKO MOKAa3aHO YePHBIMU KPYKKaMH; TTOJI0KEHHE OMEePEIHBIX
TYJIOBUIIHBIX MUOCEINT — IIYHKTUPOM; /-9 — MOPSIIKOBbIE HOMEPa MUOCEIIT.

(Newman, 1905; Zangerl, Johnson, 1957; Cordero-Rivero et al., 2008 u ap.). Bo-
HepBI)IX, B HJIaCTpOHe IIUTKHU MCHEEC BapI/IaGCJ'IBHI)I, YcM B KapaHaKce, " 9acToTa
BCTpe‘IaeMOCTI/I yKHOHeHI/Iﬁ oT HOpMI)I 3HAUYUTCJIBHO HUXKC. BO-BTOpLIX, aHOMa-
JIMU B Kaparakce Jaile BCEro He COIPOBOXKIAIOTCSA TEPATOIOIHUECKUMHU U3Me-
HEHHUSMH B TUIACTPOHE. B-TpeThHx, MEX 1y BapuabeIbHOCTHIO Kaparakca 1 Ba-
pUAaHTaMHU CTPOCHHUS TIACTPOHA HE OOHAPYKHUBACTCS KOppesaiuu. BeposTHo,
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MEHbIIasi CTENeHb N3MEHUNBOCTH IJIaCTPAIbHBIX IIMTKOB B CPAaBHEHUH C Kapa-
nakcaJbHBIMH CBsi3aHa ¢ Oosiee MpoCToi opranuzauueii Gponnaoza OpPIOLIHOTO
IIUTa U MEHBIINM YHCIIOM CJIAararollinX €ro pOroBbIX AJIEMEHTOB (6 map IIUTKOB).

3AKJIIOYEHUE

®Donuao3 maHIUpPs Yepenax XapaKkTepU3yeTcs ABYMS IapaJOKCaTbHBIMH
yepramu: (HheHOMEHAThHON (PUIIOTEHETHYECKOH CTAaOMIBHOCTBIO M IIMpPOYaid-
HIell MHAMBHUIYaJIbHOW M3MEHYMBOCTBIO. YCTOWYMBOCTD IIMTKOBAHUS CBsI3aHA
¢ Oa3albHBIMH MeXaHHU3MaMH MOpQOreHe3a — MojaJaepKaHueM OHulaTepaIbHOMI
CUMMECTpPHUH U I[CTCpMI/IHaI_[I/Ieﬁ IIOJIOKCHHU A 3a4aTKOB IIIUTKOB (BHI/I)Z[epMaJH)HBIX
MIJIaKOJ) TIEPBUYHON CEerMeHTallel Tena 3apoislma. BapnabenbHOCTh (QoiH-
J03a 00yCJIOBJIEHA HAJMYHMEM B IICHTPAIBHOMU, TIEBPAILHON W IIACTPaIbHON
o0nacTsaX MaHOHUps CBOOOMHBIX OT 3a4aTKOB IIUTKOB CETMEHTOB (CEMTalIbHBIX
yrayOeHuit), KOTOpPbIE MOTYT «3alOTHSITHCS» AKCTPAOPIAUHAPHBIMH IJIaKO/Aa-
MU Ja)ke MPH HE3HAUMTENbHBIX HAapyUICHUsX dMOpUoreHeza. DT abeppainuu
HNMCIOT BBICOKYIO 4aCTOTY BCTPCUACMOCTH U, KaK IIPABUJIO, IPUBOAAT K aCUM-
METpHUUN (1)OHI/I)IO3a. HO-BI/IJII/IMOMY, OHU I'CHCTUYCCKU HEC JCTCPMUHHUPOBAHEBI, HE
HACJIEYIOTCS M HE BIHSIOT Ha BEDKMBAEMOCTD U JKU3HECITOCOOHOCTh WHIHBH-
nyymoB. Mcxoas u3 MophoreHeTH4eCKuX JaHHBIX, TPAKTUYECKN BECh CIEKTP
M3MEHYMBOCTH (OJIHI03a MAHIHUPs depenax oOyCIOBJIEH TaKMMU HapylICHU-
MM SMOPHOHAJILHOTO Pa3BUTHS KaK: aCHMMETpUYHAas 3aKJiaJKa KOHTpasare-
paJbHBIX AMUAEPMATIBFHBIX IJIAKOJI CO CAABUTOM Ha CETMEHT MJIK OoJiee, 3aKJaka
JIOTIOJTHATEIFHBIX TIJIAKOJ] B «CBOOOIHBIX» CENTAIBHBIX yTIyOJIeHUIX, aTUITHY-
HOE CIIMSTHUE COCEIHMX JIIHICPMATBHBIX IJIAKOJ, OTCYTCTBUE 3aKIIAJIKH Pery-
JISIPHBIX ITHICPMATbHBIX TUIAKO/ B THITUYHBIX CETMEHTaX.
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PATTERNS OF SCUTES DEVELOPMENT IN TURTLES SHELL:
SYMMETRY AND ASYMMETRY

G.O. Cherepanov

The mosaic of scutes (pholidosis) in turtle shells is characterized by two phenom-
enal features: phylogenetic stability of the general body plan and by wide individual
variability. The study of morphogenesis of turtles allowed finding an explanation for
this phenomenon. It was found that the scutes rudiments formed in embryogenesis as
local epidermal thickenings - placodes. It is shown that the position of placodes strictly
confined to certain parts of the body, and their foundation is realized in strict sequence.
In the carapace placodes are formed exclusively opposite trunk myoseptum - in septal
depressions of the embryo coatings, at the same time, marginal placodes are formed in
each septal depressions (i.e., segment by segment), other lateral line placodes are formed
through one such depression. Stability pattern of scute formation associated with the
basic mechanisms of morphogenesis, engaged the maintenance of bilateral symmetry
and determination of scutes rudiments position of the primary segmentation of the em-
bryo body. The presence of septal depressions (= segments) in turtle embryos that are
free from scutes rudiments in which with minor violations of embryogenesis can occur
additional placodes is the main cause of pholidosis variability. These aberrations have
a high frequency of occurrence and, as a rule, lead to asymmetry of the shell structure.

The main cases of turtle shell pholidosis symmetry breaking are caused by such
variations in ontogeny as asymmetric formation of epidermal placodes with shift to one
side of the body segment or more, the formation of additional placodes in the “free” sep-
tal depressions, atypical fusion of neighboring epidermal placodes, lacking of formation
of regular epidermal placodes in typical body segments.

Keywords: turtle shell, scutes, morphogenesis, anomalies of the pholidosis.
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