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OBIIASA XAPAKTEPUCTHUKA PABOTHBI

AKTyaJabHOCTBIIPOOaeMbl. OcTeocTpaku(Osteostraci) HIIMKOCTHOIAHIIUPHBIC
OecUeIOCTHBIE — OJIHA M3 JPEBHEHIINX I'PYMI MMO3BOHOYHBIX, CYIIECTBOBABIIAs BO
BPEMEHHOM MHTEPBAJIE C PAHHETO CHIIypa 0 TIO3AHET0 JIeBOHA U 00JIaaBIIasi XOpOIIOo
pPa3BUTBIM HAapy’KHBIM CKeJIeTOM (maHiupeMm). ['0lOBHOW OTAEN M YacTh TPYAHOTO
OTJeNa TUX OECUEITIOCTHBIX OBIITH 3aKJIIOYEHBI B YIUIOMICHHBIH TOPCOBEHTPATIBHO IMIUT
pa3nu4HONW (OPMBI, COCTOSBIIMK M3 OOJee MM MEHEe CIMBIIUXCS MHOT'OYTOJBHBIX
IJIaCTHH (Teccep), TYJOBHINHAS YacTh ObUIA 3alIUINEHA OTIACIbHBIMU YEIIYSMHU.
CrpoeHne Hapy)XHOIO CKejJeTa (JK30CKENeTa) OCTEOCTPAKOB XapaKTepU3yeTCs
OTHOCHUTEJIBHOW CIIO)KHOCTBIO M OOJBIIMM pPa3zHOOOpa3HeM COCTaBISIOMIMX €ro
CTPYKTYPHBIX 3JI€MEHTOB. PeKoHCTpyKIHsi MopdoreHesa MaHIMPs OCTEOCTPAKOB B
WHVBHUYaJIbHOM ¥ HCTOPHYECKOM Pa3BUTHH TIPEJCTaBISIET cOOOW OAHY U3 HauboJee
MHTEPECHBIX U CIIOKHBIX 33/1a4 TaJICOHTOJIOT MU PAHHHUX T03BOHOYHBIX M UMEET 0O0JIbIIOe
3HAuEHHE ISl O3HAHUS X 3BOJIIOLMH, CACTEMATHKHU U U3ydeHus: popMooOpa3oBaHus
TBEPIbIX TKAHEH.

B nmocnemHme gecsATHiIETHST JAOCTUTHYT 3HAYUTEIBHBIH IIporpecc B
HCCIICIOBAHUH PA3BUTHS JIEPMATIBHOTO CKEJIETa y PAaHHUX MO3BOHOUYHBIX. lomydeHs
HOBBIE MaTEPUaIbl, MO3BOJIIMBIINE ONPEACTUTH CIIOCOOBI (HOPMUPOBAHMS HK3O0CKETIECTA
Y OCHOBHBIX Tpymnn mepBHYHOBOAHBIX mMo3BoHOUHEIX (Elliot, 1983; Janvier, 1996;
Greeniaus, Wilson, 2003 u ap.). /Jlo HemaBHEro BpeMEHHM OCTEOCTPAKH OCTAaBAaJINCh
«EMHCTBECHHOW KPYITHOM I'PYNIION MO3BOHOYHBIX, Y KOTOPOH HE ONMHCAHBI CHOCOOBI
occudukanum» aepmainsHoro ckenera (Greeniaus, Wilson, 2003: p. 487), mockoibKy
He OblIM 0OHApYIKEHbI HCKONAaeMble OCTATKH IOBEHMJIBHBIX 0CO0EH C COXpaHMBIIUMCS
sK30cKkeneToM. HoBas wWHQpOpMamuss MO XOpOUIO COXPAHMBIIMMCS FOBEHHJIBHBIM
sx3emiuisipam  Superciliaspis gabrielsei (Dineley et Loeffler, 1976) u3 HumxHero
nesona KaHazipl, Mo3BoJiMjIa ONPENENIUTh MOJENb Pa3BUTHS JEPMaJIbHOIO CKeJeTa
B OHTOreHe3e y TeccepupoBanHbIXx (Gopm (Hawthorn, Wilson, Falkenberg, 2008). K
HACTOSIIIEMY BPEMEHH HOSBUIIOCH OOJIBIIOE KOMWYECTBO MH(POPMAIUH, CYIECTBEHHO
JOIIOJIHSIIONIEH JaHHBIE MO CTPYKTYpEe IOKPOBOB 3TOH TPYNIbI OECUETIOCTHBIX,
CBA3aHHOH ¢ oOOHapy)XeHHeM W omucaHueM HOBEIX ¢opMm (AdanaceeBa, 2011;
Afanassieva, 1999, 2014; AdanacseBa, Kapararore-Tanumaa, 1998, 2013; Adanacrena,
Mspcc, 2014; Afanassieva, Karatajiité-Talimaa, 2009; Marss, Afanassieva, Blom, 2014
n zap.). UccnenoBanne GpopmooOpa3oBaHust HaApY>KHOTO CKEJIETa y KOCTHOMAHIINPHBIX
OecuetoCTHBIX JaeT (aKTUYeCKMH Marepuail Ul pEIICHWs] OJHOW M3 TJIaBHBIX
IpOo0JIeM HBOJIIOLIMOHHOH TAJIE€OHTOJIONMH — IPOOJIeMbl (POPMHUPOBAHUS IK30CKeNeTa (1
CKEJICTHBIX TKaHEH B 1I€JI0M) y MO3BOHOYHBIX. 3HAaHHE 3aKOHOMEpHOCTEH Mop(dorenesa
TBEPIBbIX TKAaHEH MOKPOBOB HEOOXOIMMO HE TOJBKO IUIsl BOCCO3JaHusl 0oJiee MOJTHOM
KapTHHBI MPOLLIOr0, HO M JJIS NMOHUMaHMs IPOLECCOB Pa3BUTHSL M pereHepaluu
COBPEMEHHBIX TBEP/bIX MOKPOBHBIX CTPYKTYpP M UX JEPUBATOB (HAmpumep, 3y0OB) y
MI03BOHOYHBIX.

Hear u 3agaum paGoTbl. llens paboTBl — XapaKTEpUCTHKA pPa3BUTHS
Hapy»XHOTO CKeJieTa KOCTHOMAHIMPHBIX OecuenmrocTHRIX (Osteostraci) B OHTO- H
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(uorenese M BBISIBJIEHHE OCHOBHBIX 3aKOHOMEPHOCTEH (POPMHUPOBAHUS HK30CKEIeTa
Y PaHHUX ITO3BOHOYHBIX.

Jluist penieHus JaHHOM POOJIeMbI TOCTABJICHBI CIIEAYIOIINE 3a/1a4H:

1. U3yunTh 0COOEHHOCTH MOP(OIJIOrHH IK30CKENIETa, B TOM YUCIIE €r0 TOHKOT'O
CTPOEHMS, Y IPEICTABUTENCH Pa3IMYHBIX IPYIII OCTEOCTPAKOB.

2. IIpoBectu cpaBHEHHE MOP(OIOTHHN TBEPABIX IOKPOBOB 0COOEH B mMpeaenax
OIHOTO BHUJA M MEXJIY BHIAMH JUIS BBISBICHHS 3aKOHOMEpHOCTEH (opmMHpoBaHHS
9K30CKEJIETa OCTEOCTPAKOB B OHTOTCHE3E.

3. IIpoaHanu3upoBaTh TCHACHIIMK B MOP(HOreHe3e IIOKPOBOB Y IPeICTaBUTEICH
Pa3IUYHBIX TPYII OCTEOCTPAKOB M3 OJHO- M PAa3HOBO3PACTHBIX OTJIOXKECHHUH IS
BBISIBJIGHUSI  3aKOHOMEPHOCTEH  (OpPMHUpPOBaHHMS IK30CKEJIETAa OCTEOCTPAKOB B
¢unorenese.

4. I[TpoaHanmu3upoBaTh MOJTYUSHHYIO HH(POPMAIIUIO IO MOP(OTeHe3y TOKPOBOB
OCTCOCTPAKOB JIJId BBISIBJICHUA OCHOBHBIX 3aKOHOMepHOCTeﬁ Ppa3BUTUA UHTCTYMCHTA U
PacKpBITHS MEXaHM3MOB €ro (JOPMUPOBAHUS Y PAHHHUX TO3BOHOYHBIX.

OcHOBHBIE 3aLUIaeMble TTOJI0KEHUS:

1. UccnenoBanyue TOHKOIO CTPOCHHS M TMCTOJIOTMH HAPYIKHBIX M BHYTPEHHHX
CTPYKTYP 9K30CKeleTa y pa3HbIX (OpM OCTEOCTPAKOB, B TOM YHCIIE BHOBb OIMCAHHBIX,
BBISIBUJIO OOJBIIIOE pa3HOOOpasme B ero cTpoeHuH. [loka3aHo, 9TO 3TO pa3HOOOpasme
JOCTHTAJIOCh 32 CYET PA3JIMYHOW CTENECHU DPA3BUTHS CIOEB, KOTOPBIE €ro ClararoT
(MOBEpXHOCTHOI'O JICHTHHOBOTO CJIOS, CPEIHEro ry04aToro cios u 0a3aJbHOro
JAMHHAPHOTO CJI0s1), 1 KOMOMHAIINY aJIbTePHATUBHBIX IIPU3HAKOB, XapaKTEPU3YIONNX
9K30CKeNeT (HaJu4Hue WM OTCYTCTBHE NEepPOPHPOBAHHBIX CEIIT, MOPOBBIX IIOJICH,
paavanbHBIX KaHAJIOB, CEHCOPHBIX IIOpP, COCYAMCTBIX OTBEPCTHH Ha MOBEPXHOCTH
9K30CKeNeTa u Jp.).

2. AHanmu3 NaHHBIX M0 9K30CKEJIETY OCTEOCTPAKOB IMOKA3bIBACT, YTO JUIsl (HOpM
C TECCepUPOBAHHBIM IUTOM OBLT XapaKTepeH MPaKTUYECKH HEOTPaHHYEHHBIH pocT
(Ateleaspis, Escuminaspis), y MEHBIIIEr0 KOJHYeCTBa (OPM C KOHCOJIHMIMPOBAHHBIM
TONOBOTYJOBHITHEIM muToM (Tremataspis, Timanaspis) pocT ObIT JeTepPMHUHUPOBAHHBIM.
JeTepMIUHUPOBAHHOCTh U HEOIPAaHHMYEHHOCTh POCTA Y OCTEOCTPAKOB OTHOCHTEINIBHBI,
MIOCKOJIBKY TPOLECCHl, CBSI3aHHBIE ¢ ()OPMUPOBAHHEM M IEPECTPOHKON HaHIUA,
NEePMaHEHTHO MPOJOJDKAIUCE B TEYCHHH BCErO OHTOICHETHYECKOTro IHMKIa (BCei
JKM3HH OpraHu3Ma), OJHAKO MPOXOAMIH C Pa3HOW CTENECHbIO HHTEHCHBHOCTH (IO
JOCTH)KEHUHM DPa3MepoB, XapaKTEPHBIX JUIS B3POCIOH CTaAWM JaHHOTO BHJA, Y
JETEPMUHUPOBAHHBIX (OPM HMX HHTEHCHBHOCTh pe3ko TNanaia). Ha ykasaHHBIX
nprUMepax JeTepPMHUHUPOBAHHOCT POCTA CBSA3aHA C MUHHATIOPH3aIIHeH.

3. B pesynprate u3ydeHHs HOBBIX MaTE€pPHaJIOB YCTAHOBJIEHO, YTO JUIS
HaunboJiee PaHHUX OCTEOCTPAKOB M3 OTIOKEHHUH HIDKHEro cuiypa Obll XapakTepeH
TECCePUPOBAHHBIH IINT, TOKPBITHIA Pa3HOPa3MEPHBIMH Oy TOPKaMH FeHEPAJIN30BAHHOTO
tuna (Ateleaspididae), 5To coCTOsIHUE MTPU3HAETCSI UCXOAHBIM B (DHIIOTEHE3E TPYIIIbI.
Jl1s1 cumy puiickoro mruka pa3Hoodpasus Oblia XapakTepHa 0oJbIIast BAPHAOSTFHOCTH B
CTPOEHHH IK30CKeJIeTa (B CKYJIBIITYPE M TUCTOJIOTUH, TOJIUHE NaHLUPS), YMEHBILICHUE
a0CONIOTHBIX pa3MepoB B HekoTopeix momarpymmax (Tremataspididae, Thyestidae,
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Witaaspididae), mpu 3ToM popma roIOBOTYJIOBHIIHOTO IIUTA OCTAETCS OTHOCUTEIBHO
cTaOuibHOMN. J{71s1 paHHEIEBOHCKOTO MTUKa Pa3HOO0pa3Hs XapaKTepHbl OTHOCHUTENIbHAS
CTaOMJIBHOCTD B THIIE CKYJIBITYPbl U THCTOJOTHMU IIPU MHOro0o0pasuu (HopMm ILIUTa,
yBeJUUeHHEe aOCOJIOTHBIX pa3MepoB B HeKoTopwix ¢uiymax (Benneviaspididae,
Zenaspididae, Parameteoraspididae). [Tocnennne npenctaBuTe N TPYMIIIHI U3 BEPXHETO
nesoHa (Escuminaspididae) xapakTepu3yroTcs TeCCepHPOBAHHBIM ITUTOM, ITOKPHITHIM
OyropkaMu pa3HBIX pa3MepOB, OTHAKO CXOACTBO C aTeJeacuIHBIMU (popMaMu UMeeT
BHEITHUH xapakTep. [lokazaHo, 9TO CTpOCHHE IK30CKENIeTa y 3THX (JOPM 3HAYUTEIEHO
pa3iimyaeTcs Ha THCTOJIOTHYECKOM YPOBHE, CKYJIBIITY PHBIC 3JIEMEHTHI €0 TOBEPXHOCTH
y 3THX (OpM cilararoTcs pa3HbIMH THIAMH TKaHEH, T.e. 3TO COCTOSHUE HE SIBIISETCS
peKanuTYISIMel. YMEHbIICHNE TOJMIIMHBI SK30CKEIeTa Y MO3HIX 3CKYMUHACIIH U
MIPOMCXOJIMJIO 32 CUET PEyKIIUU TIOBEPXHOCTHOI'O ¥ CPEHETO CIIOEB.

4. Mmuoroobpa3ue B CTPOGHHH HApY>KHOTO CKeJleTa OCTEOCTPAaKOB,
KaK ¥ BO3MOXKHOCTh TOCTPOEHHUS MaHIHUpeHl pa3IuyHOro Tuma (B TOM YHCIE H
KOHCOHI/I)II/IpOBaHHBIX), JOCTUTAJIUCH MPEKAC BCECTO 3a CUHET KOM6I/IHI/IpOBaHI/I$I TUIIOB
TKaHEBBIX 3aKJIaJIOK JICHTHHOBOM M KOCTHOM TKaHU M CIIOCOOOB NX Pa3BUTHSL. DK30CKEIET
OCTEOCTPAKOB SIBISCTCS XOPOIICH MOMENBIO I AEMOHCTPAIMU 3aKOHOMEPHOCTEH
Mop¢oreHe3a TBEPABIX MOKPOBOB PA3IHMYHBIX THIOB Yy ITO3BOHOYHBIX >KHBOTHBIX.
KoncTpynpoBaHnue maHmupeii B SBONIONIH TO3BOHOYHBIX TPOHCXOIUT C COOITIOIEHUEM
0a30BBIX 3aKOHOMEPHOCTEH TIMOCTPOCHHUS TBEPABIX IIOKPOBOB, IIPOSBICHHEIX B
MophoreHe3e HapyKHOTO CKeJieTa KOCTHOIIAHIIUPHBIX 0eCYCTIOCTHBIX.

Hayuynass wnoBu3Ha paborel. Pabora mnpencraBiser coboil mepByro
MOHOTPa(UYECKyI0 CBOJAKY, COJCpXKAILIYI0 JIETAJIbHOE OINHCAaHWE HK30CKEJIeTa
KOCTHOIAHIIUPHBIX OECUEIIOCTHBIX I03BOHOYHBIX, TPUHA/IJIEKAINX KO BCEM OCHOBHBIM
MOATPYIIIIAaM OCTE0CTpakoB. B pabore mpenyioxkeHbl OpUTHHAIBHBIE PEKOHCTPYKIIMA
Hapy>KHBIX TTOKPOBOB PsiJia TAKCOHOB M MOJIEH (hOPMHUPOBAHUS MAHIIUPE pa3IUYHbBIX
TUMOB (T€CCEPHUPOBAHHBIX, YACTUYHO KOHCOJIUIUPOBAHHBIX, KOHCOJIHINPOBAHHBIX)
Ha KOHKPETHBIX IMpUMEpax. BnepBHe C YUCTOM HOBBIX JAHHBIX IMPOAHAJIU3UPOBAHBI
3aKOHOMEpPHOCTH (HOpMOOOpa30BaHUS DK30CKENeTa B OHTOTCHE3e W (uiioreHese
ocTeocTpakoB. Ha OCHOBaHWM TONTYYEeHHONH K HACTOSIIEMY BPEMEHH HH()OPMAIIHH
M0 KOCTHOMAHIIMPHBIM TIPEUIOKEHBI CXEMBI OpraHW3aluu 0a30BBIX JJIEMEHTOB
MTOCTPOCHMS IK30CKENIeTa U 0XapaKTePHU30BaHBI OCHOBHEIE CITOCOOHI €T0 (POPMHUPOBAHUS
Y paHHUX II03BOHOYHBIX. McciaeoBaHms Hapy KHOTO CKEJIeTa OCTEOCTPAKOB IMTPOBEICHEI
Ha OCHOBE BCECTOPOHHEH PEBH3MHM MaTEpHAJIOB, IPEICTABICHHBIX HA TEPPUTOPHHU
Poccun u conpenenbHbix cTpal (Cuctemarnueckas 4yactsb). CresnaHo MoHorpauieckoe
onucanue Ooyiee 40 BUIOB OCTEOCTPAKOB, MpUHAICKAmMX K 10 cemeiicTBam, 6
MOAOTPsIaM U 4 oTpsiiaM. ABTOPOM YUPEXKICHBI M ONHCAHBI ITSITh HOBBIX IOJOTPSIIOB,
TpHU HOBBIX CeMeﬁCTBa, HOBOC€ HOﬂCCMeﬁCTBO, JACCATh HOBBIX POJOB M IIECTHAALATH
BHUJ0B KOCTHOITIAHIIUPHBIX 6CC‘ICJ'IIOCTHBIX IIO3BOHOYHBIX.

TeopeTnueckoe u NpakTHYeCKOe 3HaYeHHe. Ha OCHOBaHMY HCCIICI0BAaHHOTO
MaTephaja  aBTOPOM  pa3paboTaHbl  KOMIUIEKCHI ~ IPHU3HAKOB,  COJEpIKaIIie
XapaKTePUCTUKH 3K30- M IHIOCKEIEeTa OCTEOCTPAKOB M OTpaXKArOIMHe KOHKPETHEIC
TaKCOHOMUYECKHE YPOBHU. DTO MO3BOJIUIIO aBTOPY BIIEPBBIC B UCTOPHH ITOH TPYIIITHI
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MO3BOHOYHBIX YUYPEIUTh HOBYIO ()OPMY IO H30JMPOBAHHOMY MeENKOMY (parmMeHTy
naHuups. J[aHHBIM KOMILIEKC MPU3HAKOB B HACTOSIIEE BPEMsI UCIOJIB3YETCS IpU
OIpeeSIeHNH MaTepualia 10 MeJIKO()parMeHTapHbIM OCTAaTKaM CKelleTa paHHHX
MO3BOHOYHBIX. ABTOPOM pa3paboTaH METOJ PEKOHCTPYyHpoBaHus GpopMooOpa3oBaHus
HaHLUPS [Ty TEM COIIOCTABIICHH S TOHKMX MaPKUPYIOLIMX CTPYKTY P Ha Pa3HBIX TAIaX ero
pa3BHUTHs. Pe3yIbTaThl HCCIIeI0BaHUH HK30CKeNeTa KOCTHOIAHIIMPHBIX OECUEIOCTHEIX,
MOJy4YEeHHBIE aBTOPOM, MOTYT OBITH WCHOJIB30BAaHBI IS YTOYHEHHS BO3pacTa
BMEILIAIOIINX OTJIOKCHHH, MMEIOT Ba)KHOC 3HAYCHHE JUIS OHOCTpATHIpadHyueKkoro
pacuiieHEeHHsI U KOPPEISLUK OTIOKEHHUH CHIypa U ACBOHA.

JInunblii aBTOpPCKMiI BKJaA B padoTy. ABTOpOM ompeelneHa Lelb
HacToseil paboTel W TOCTAaBJIEHBl 3aJlaud, HalpaBJICHHBIC Ha peEIlIeHHE
CaMOCTOSITENIEHO c(hOpMYIMPOBAaHHBIX HAay4HBIX NpoOieM. B ocHOBY nucceprannu
MOJIOKEHBI OPUTHHAIIBHBIE ABTOPCKHUE UCCIIe0BaHusl, MpoBoauBInecs B 1984-2016 rr.
ABTOp M3yuUHJI MaTepHal Mo OCTEOCTPaKaM U CPABHUTENBHBII MaTepHall M0 paHHUM
[I03BOHOYHBIM, XpaHALUNCA B KOJUIEKIUAX HAYUHBIX yUpEexXAeHUN U My3eeB Poccun,
Vxkpannbl, Octonun, JIuteel, JlatBuum, Ilompmu, Kutas, Kawage, CHIA. ABTop
NPUHSIT y4acTHe B OPraHU3alMK U NTPOBEJCHUH SKCIIEANLIUI 110 cOOpy MaTepHalioB B
CIUTYpUHCKHX OTIOKeHHsX 0. Caapemaa (DCTOHUS), HIDKHEICBOHCKHUX OTIOKECHUSX
Iononmu (Ykpanna) u Bocrounoit Kananer (m-oB ['acnie, KBebek, Kanana). CobpanHbIit
Marepuall, a Takke MaTepuall, IepeaaHHbli A U3yUeHUS IPyTUMH YUPEXKICHUIMHU,
OBLIT OTIPENapUPOBAH aBTOPOM C IIOMOIIBI0 MEXaHHYECKHX U XUMHUYECKHX METOJIOB (C
paspenieHnst COOCTBEHHUKOB MaTepuaa). ABTOPOM H3TOTOBJICHBI M U3YUYEHBI IIITU(HI
(parMeHTOB MAaHLIMPEH OCTEOCTPAKOB, MPHHAUICKAIIUX K OCHOBHBIM IOAIPYIIIIaM
ocreoctpakoB. bosbmias yacTh HOTOMILITIOCTPALIMI HCCIIEIOBAHHOTO MaTepuaa (B TOM
YHCIIe B ONTHYECKHUX U CKAHUPYIOIINX dJIEKTPOHHBIX MUKPOCKOIAX) CACIaHbl aBTOPOM.
Bce pekoHCTpyKIMY U PUCYHKHU HCCIICTOBAHHBIX 00BEKTOB BBIMIOJIHCHBI ABTOPOM.

Anpo6anus pa6orbl n mydaukanuu. OCHOBHBIE MMOJIOKEHUsT pabOThI ObLIH
MpeICTaBICHBI: Ha MoJioaekHOU KoH(eperimu MOWII (Mocksa, 1984), Ha Bcecoroznom
copenanuu rno najgeounxruonoruu (Tammmn, 1986), Ha I[I Mex 1yHapOIHOM KOJIITOKBIYME
1o cpegHenaneo3oiickuM peroam (TammuH, 1992), Ha MexayHapogHOH KOH(pEpEeHIHH
“Premiers Vertébrés et Vértebrés inéferieurs” mo mpoekty FOHECKO IGCP 328
“Microvertébrés Paléozoiques” (Ilapmk, ®panmums, 1995), ma MexayHapOTHBIX
koH(pepennusax no npoekry IOHECKO IGCP 406 “Circum-Arctic Lower-Middle
Palaeozoic Vertebrate Palacontology and Biostratigraphy” 1996-2000: 111 banTuiickoii
crparurpadudeckoit konpepenuuu (Tanmun, dcTonus, 1996), kondepenuun “Circum-
Arctic Palacozoic Vertebrates: Biological and Geological significance” (Bykos,
I'epmanus, 1997), xondepennnn “Circum-Arctic Palaeozoic Faunas and Facies”
(Bapmasa, Ioabma, 1998), kondepenuuu “Lower-Middle Palacozoic Events Across
the Circum-Arctic” (FOpmana, JlatBusi, 1999), IX cumnoznyme “Lower Vertebrates/
Early Vertebrates” (®narcrad¢, CILIA, 2000), Ha MexyHapoJHOM COBELIAHHH IO
9BOJIIOIIMOHHOM MaIeONXTHOIOTHH, TocBsimeHHoM 100-netuto /I.B. O6pydena (Mockaa,
Poccust, 2001), nHa MexnyHapoaasix koH(pepeHusax no npoekry FOHECKO IGCP 491
“Middle Palaecozoic Vertebrate Biogeography, Palacogeography, and Climate” 2003-
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2007: na xoHdepenuu, nocesienHo B. I'poccy “Advances in Palaeoichthyology”
(Pura, JlatBusi, 2003), Ha xondepennun “Middle Palacozoic Vertebrates of Laurussia:
Relationships with Siberia, Kazakhstan, Asia and Gondwana”(Caukr-IletepOypr,
Poccust, 2005), Ha cumnosuyme “40th Anniversary symposium on Early Vertebrates/
Lower Vertebrates” (Ymmcana, IIBerusa, 2007), Ha MexayHapOoIHOM COBCIIAHHH,
mocesiimeHHOM 110-netuto J[.B. O6pydeBa (Mocksa, 2010 — CankTt-IletepOypr, 2011),
Ha MexayHaponuoi koHpepennnn IGCP (damnmac, CHIA, 2011), va VIII bantuiickoit
crpaturpaduyeckoit koupepenunn (Pura, Jlatus, 2011), Ha 73-75 MexTyHapOIHBIX
cosemanusax SVP (Jloc-Anmxkenec, CIIIA, 2013; bepnun, 'epmanus, 2014, Hamnac,
CHIA 2015), na XIII Mexnaynapognom cummnosuyme IGCP “Early and Lower
Vertebrates” (MensOypH, ABctpanus, 2015), nHa 76 MexayHapoaHOH KOH(pEpEHINH
SVP (Counr Jletik Cuth, CILIA, 2016).

ITo Teme nucceprauuu omyonnkoBano 48 pabot, B ToM yucie 4 MOHOrpaduu
(3 B coaBTOpCcTBe), 22 cTaThy (M3 HUX 20 — B xypHanax u3 nepeuns BAK) u 22 te3uca
JIOKJIQJIOB.

CrpykTypa u 00beM padoThl. J{uccepramus u3jaoxeHa Ha 382 cTpaHUIAX H
coctouT u3 BBenenus, nsatu rnas (VMcTopus uccienoBaHmii 5K30CKeNeTa y 0CTEOCTPAKOB
1 1po0OsIeMBbl, CBSI3aHHBIE C €T0 U3yueHneM; Mop(hoIorus 3K30CKeneTa 0CTe0CTPAKOB;
Pa3BuTne Hapy’»XKHOTO CKelleTa OCTEOCTPAKOB B OHTOreHe3e; Pa3BuThe »K30CKeneTa
OCTEOCTpakoB B Quiorenese; MapkupoBaHHEe MOPQOreHETHUECKUX IIPOLECCOB B
WHTETYMEHTE OCTEOCTPAKOB M OCHOBHBIE 3aKOHOMEPHOCTH ()OPMHUPOBAHHU S HK30CKEIIETA
Yy paHHUX MO3BOHOYHBIX), CrncremaTndeckoi gactu (B [Ipuioxennn), 3akIi04eHUS U
BeiBOs10B, crimcka suteparypsl n3 236 HanMeHOBaHMH (M3 HUX 177 Ha MHOCTpPaHHBIX
SI3bIKAX), BKJIOYaeT 17 MITPUXOBBIX PHCYHKOB B OCHOBHOM TEKCTE M 28 PHCYHKOB B
[punoxenuu, a Takxke 36 GoTOTAOIUI], COCTABICHHBIX U3 276 GoTorpaduii.

Bbaaropapuocru.

ABTOp HCKpEHHE 0J1aroJjapeH CBOMM HaCTaBHUKAM, B CBOIO O4Yepellb, y4CHHUI[AM
BBIatoerocs naneonxtuosnora JI.B. O6pyuesa, n.6.n. JI.U. HoBunkoi, akan. O.U.
Bopo6seroit, a.6.H. B.H. Kapararore-Tanumaa (JIutBa), a-py 3.}0. Mapk-Kypuk
(OcTonnus). Ocobytro 6maromapHOCTh aBTOP BhIpakaeT n-paM B.H. Kaparatore-Tannumaa
u T.U. Mspce (DcToHNUA) 32 TPEeI0CTaBICHHBIC TSI H3YUYCHHS HCKOTTaeMbIe MaTePHaIIbl
1o Tmajeo30ickuM OecuemocTHbIM apxunenara CesepHas 3emurss, CeBepHOro
Tumana, ITomonuu u o. Caapemaa, a Takke€ BO3MOXKHOCTB ITPOBEICHHSI COBMECTHBIX
MCCIIeIOBAaHUH, B TOM YHCIIE TT0 TPOEKTAM I10 U3y YEeHHUIO pAHHUX TO3BOHOYHBIX B paMKax
MEXAYHapOAHOIO COTpyaHHUYecTBa Mexay Poccuiickoil, JIuToBckol U DCTOHCKOM
aKaJeMHUsIMU HayK.

ABTop npuzHateieH akagemukam B.B. Menunepy, O.C. Bsanosy u JI.JI. Kanso
(DcToHuUs), 3a MOAJACPKKY M HEMONJCIBHBIA HHTEpeC K paboTe JUCCepTaHTa Ha
HadaJlbHBIX dTamax uccienoanuii, akagemukam b.C. CokonoBy, M.A. @eOHKUHY H
A IO. Po3aHOBY — Ha MOCTENYIOMHMX U 3aBEPIIAIONINX dTaNax.

ABTOp OnarojapeH koyuieraM M coaBTopaM n-pam @. XKanebe (Dpanums),
C. Kymb6a (Kanama), B.K. Boifunmuny (YkpanHa) 3a OpraHH3alldI0 COBMECTHBIX
HCCIIEIOBAaHUH 1 yJacTHE B HUX.



ABTOp BBIpa)KaeT UCKPEHHIOO OyaromapHocTh akaja. Yanr Mumane (Kuraii)
3a OPraHU3alUI0 U3YUYCHUS CPABHUTEILHBIX MATEPUAJIOB MO IPEBHUM OECUEITFOCTHBIM,
XpaHsLIIMMCSl B HAYYHBIX yupexJeHusx [leknHa, 1 3a UCKPEHHIOK HOAJEPXKKY, JI-pa
JIx. Meiicu (CILIA) 3a conelicTBre B M3y YeHHH KOJUICKITUI aMEPUKAHCKUX U ACTOHCKHUX
ocTeocTpakoB (koyutekius Y TIaTTena).

3a opraHu3alMI0 JKCIEAWLINN Ha IMAJCO30HCKHE MECTOHAXOXKICHHS aBTOP
npusHateneH a.0.H. JLU. Hoeunkoit n x.0.H. H.U. Kpynunoit (ITomonmus, YkpawnHa),
akan. C.B. PoxuoBy u n-py T.M. Mspcce (0. Caapemaa, Dcronus), a-py C. Kymba (-8
T'acmie, KBeOek, Kanana).

ABtop Onaromapen k.0.H. JlebemeBy m I.B. 3axapenxo (IIMH PAH) 3a
03HAKOMJICHHE C METOJMKOM XMMHMUYECKOTO IpernapupoBaHusi Oy(hepHBIM pacTBOPOM
c11a00i1 yKCYCHOM KHCIIOTHI M TEXHHYECKOE COJICHCTBHE.

ABTOp mpu3HaTeneH coTpyaHukaMm KaOunera mpubopnoii anamutuku [THH
PAH k.r-m.H. JLT. IlpoTtaceBuuy, k.0.H. P.A. PakutoBy m k.r.-m.H. E.A. Xeramnmo
3a TOMOINb MPH TPOBEICHUU HCCICNOBAHUN HAa CKAHMPYIOIMHUX JIIEKTPOHHBIX
MHUKpPOCKOIIaX, a Takke coTpyaHukam Jlabopatopuu maneobotanumku [IMH PAH
3a CcoJelcTBHE B TpoBeneHHe (POTOCHEMOK NUTU(POB dK30CKeneTa Ha IU(POBBIX
onTrueckux Mukpockornax, M.H. bouaposy, A.B. Masuny, C.B. baruposy (III1H PAH)
u B.C. TlorpeboBy (kadenpa mameontomoruu leomormdeckoro ¢akynsrera CaHKT-
[leTepOyprckoro rocyapcTBEHHOTO YHHBEPCHTETA) — 3a MPOBEICHHE (DOTOCHEMOK
MaKpOOOBEKTOB C TOMOIIBIO TH(POBBIX M 3epKaIbHBIX (hoTokamep, M.K. EmMenbsHoBOM —
32 TEXHMYECKYIO TIOMOIIb MPH MOATOTOBKE MILTIOCTPATUBHOIO MaTepHalia U Co3JaHue
opHUTHHaJI-MaKeTa aBTopedepara.

ABtop Omaromaputr Bcex corpyanukoB [IMH PAH, oka3zaBmux coxeiicTBue
MIPU UCCIIEAOBAHUSX OMUCAHHOIO MaTepuaa.

ABTOp BBIpaXKaeT 0coOylo OiaromapHoCTh pykoBoauTensim [laneoHTo0-
ruyeckoro wuHctutyra PAH axagemuxam JLII. TartapunoBy, A.}O. Po3anony,
C.B. PoxnoBy 11 A.B. JlomaTuHy 3a CTUMYyJIHpOBaHHNE PaOOTHI H TOCTOSTHHY IO TIOAJIEPKKY
UCCIIEIOBAaHUM.

HccnenoBanns mpoBeneHBl IMpd  (PUHAHCOBOM ToOAfep)kKKe TrpaHToB POOU
(mpoexter NeNe 95-04-12579a, 97-04-49967, 14-04-01507), a Takxke ¢ TpUBICUYCHHUEM
cpeacts MexnayHnapoasoro upkym-apkruueckoro npoekra FOHECKO IGCP Ne 406 u
Awmepukanckoro naseonronornueckoro oomectsa PalSIRP Sepkoski Grant (1999, 2000 rr.).

MarepuaJji, MeTOABI H TEPMUHOJIOTHS

Matrepuay. HcciaenoBaH  yHMKaldbHBIM — MCKOHNAeMbId  MarepHal IO
KOCTHOIIQHIIUPHBIM OECYETIOCTHBIM M CpPaBHUTEIBHBIH Marepuai 10 APYyTUM
rpynmnaM paHHUX OECUENIOCTHBIX M MEPBUYHOBOJIHBIX TTO3BOHOYHBIX M3 KOJIICKIIHH
[TaneonTonmoruvyeckoro uHcturyra PAH um. A.A. bopucsika (MockBa), CaHKT-
[leTepOyprckoro TocymapctBeHHOoro YHuBepcutTeTa, WHCTUTYyTa TEOJOTHH U
reorpadun llenTpa wuccrnemoBanuit mupuponasl (BmibHioc, JlutBa), WHCTHTYyTa
reoJoruu  TaJTMHCKOTO TEXHOJIOTHYeckoro yHuBepcuteta (TammuH, OcTOHMUS),
My3ses EctectBennoit mcropun (Pura, JlatBms), Myses EctecTBeHHON uCTOpHHI
(J/IesBOB, YKpamHa), IHCTHTYyTa MaJCOHTOJNIOTHN TMO3BOHOUHEIX (Bapmrasa, Ilompmra),
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Myszest EcrectBennoit ncropun (Crokronsm, LlBernus), MHCTUTYTa NaseoHTOIOTHH
no3BoHOuHbIX (Ilexun, Kurtait), Myses EcrtectBennoi ucropum (OtrtaBa, Kanana),
Amepukanckoro myses Ecrectennoii ucropun (Hero-Hopk, CIIIA), My3sest AkaneMuu
Hayk (Can ®@pannucko, CIIIA). MI3ydeHHBIN MaTepual 1Mo 9K30CKEIETy OCTEOCTPAKOB
MPEACTABICH MaKpPOOCTaTKaMU (HECKOJIBKO COTEH TOJIOBOTYJIOBHIIHBIX IUTOB
U KpyOHBIX (parMEeHTOB MaHOHpeH) W MenKuMu ¢(parmeHTaMu (0ojee THICSIIH)
TBEPJIBIX TIOKPOBOB, YTO COCTABISET YHUKAIBHYIO BEIOOPKY ISl 3TOM TPYIITBI PAHHUX
MO3BOHOYHBIX. bOnbIIas 4yacTh MCCIIEAOBAHHBIX BHJIOB IIPE/ICTaBICHA B KOJJICKIIMIX
HECKOJIBKUMH MaKpooOpaslaMH, peIKkHe BUIbl — EIUHCTBEHHBIMH SK3EMILISpPAMHU
roJIOBOTYJNOBUIIHBIX muTOB (Balticaspis latvica Lyarskaya, 1981, Parameteoraspis
dobrovlensis Afanassieva, 1991) nnm neckonbkumu aecsitkamu muToB (Thyestes
verrucosus Eichwald, 1854, Timanaspis kossovoii Obruchev, 1962), HCKIIOUHTEIBHY IO
BBIOOPKY TIpeICTaBisieT MaTepuas 1o Tremataspis, NpeICTaBICHHBIH COTHSIMHU
TOJIOBOTYJIOBUIIHBIX U TOB (Kosnekiusa [[aTTena, AMepukanckuii Mmy3eit EcrecTBeHHOM
uctopuun). Brepsble uccienoBaHUsT 9K30CKeJeTa MPOBEICHBI C IMPUBJICYCHUEM
MPECTABUTENIBHOIO MEJKO-(parMeHTapHOro MaTepuana (pexe BCEero, KOJUICKIIMU
WucTtutyTa reojgornn TalaInHCKOTO TEXHOJIOTMUECKOTO YHUBEPCUTETA).

MeTtoauxku usydenus. [Tannupu u ux ¢pparMeHTs ObIITH OTIIPENAPHPOBAHEI
MEXaHMUYECKH C TOMOIIBIO CTANBHBIX WIJI PAa3JIMYHOTO JMAMeTpa M KUCTEH pa3HOU
KECTKOCTH. JIJ1s1 MAaKCMMaJIbHOTO COXPAaHEHU S TOHKOH CTPYKTYPBI 3K30CKEJIETa aBTOPOM
MIPOBOJMIIOCE XHMHUYECKOE IIPENaprUpOBAHNE HEKOTOPBIX 00pa3loB yHHUKAJIbHOU
coxpaHHOCTH B Oy¢epHOM pacTBOpe cnaboil YKCyCHOH KHCIOTBHI C THOCIEAYIOMIHM
MIPOMBIBAHUEM BOJIOH U NPEIapupOBaHUEM MSTKOH KHUCTHIO.

MakpoocTaTKi IaHIUPEH HCCIeoBaHbl C IOMOILIBIO  OWHOKYISIPHBIX
MuKpockornoB paznnyHbix cucreM (Leica, Nicon ECLIPSE 50i, MBC), dotocremka
00beKTOB npoBeneHa nupposiMu kamepamu (Olimpus, Nicon DS-Fil), wacte 00bekTOB
[PEIBAPUTENIBHO HAMBUISIIACH XJIOPUCTHIM aMMOHHEM.

Menkue (GparMeHTBhl JK30CKeJIeTa H3y4alUCh C MOMOIIBI0 CKAaHUPYIOIIUX
AIEKTPOHHBIX MUKpOcKoroB (COM) Hitachi-Akashi MSM-9, Tesla BS-300 u CamScan-4
B Kabunere mpubopnoii ananutuku [IMH PAH ¢ mpenBapuTenbHBIM HambLICHHEM
00BEKTOB 30JI0TOM HJIN 0€3 HaIbUICHUSI.

HImuder mannupeil 0CTEOCTPaKOB Pa3IMYHBIX BHIOB OBUIM M3TOTOBJICHBI C
MIOMOIIIBIO CTAHAAPTHOW METOAMKH C HCIIOJIb30BAaHHMEM KaHaJCKOTO WJIHM IHXTOBOTO
Ganmp3ama.

[Ipn wccnenoBaHWM MaHIOUPEH OCTEOCTPAKOB OBLIM CHAETaHBl IPOMEPHI
TOJIOBOTYJIOBUIIHBIX LIMTOB IO CHCTEME MapaMeTpoB, npeiokeHHoi P. Jlennconom
(Denison, 1951a) u cymecTBeHHO nonoiHeHHOH Hamu (AdanacheBa, 1991, 2004).
B Hammx uccneqoBaHUSX BBEJICHBI TaKUE MapaMeTpbl, KaK PAaCCTOSHUE MEKIY
MePEJIHUM KpaeM TOJIOBOTYJIOBHIIHOIO IIUTA U KOHIIOM pora, JUIMHA U [IUPHUHA OPOUT,
paccTtosiHue MexJay OpOMTaMM, HIMPHHA WHTEP30HAJIBHONW COCTABIISIOIICH IIUTa,
HIMPUHA JOPCAIBHOTO MEANATIBHOTO U JIATEPATIBHOTO MOJIEH, IITMHA POra U HEKOTOPbIE
apyrue. IIpomeps! muTa OBITM COOTHECEHBI C PACCTOSHHEM MEKIY MHHEAIBHBIM
OTBEPCTHEM M OTBEPCTHUAMH dHAOTIMPaTnueckux mpoTokos (Denison, 1951a; Dineley,
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Loeffler, 1976) wiu, pexe, ¢ OJM3KOH K 3TOMY PACCTOSHHUIO JIUHONW MEIUATBLHOTO
nopcaiboro moiis (Oopyues, 1964). IlocieaHee UCIOIb30BaIOCh B TEX CIIyUasx, KOTAa
OTBEPCTHS HHAOTUM(PATHYECKUX TPOTOKOB HE COXPAaHMIKCh. Pe3ysbraThl M3MEpEeHU I
(OTHOCHTENIBHBIE pa3Mepbl) [UIsl KaXJOr0 WCCICAOBAaHHOTO BHJA IPHUBEICHBI B
JINarHO3aX TakKCOHOB (cM. CHmcTremarwdecKkas 4acTh, B [IpHIIOKEHHM TUCCEPTAIINH),
IpEeXJe BCEro B AMArHO3ax BUIOB. B oNuMcaHMUsAX BUIOB IPUBEICHbI CPEIHUE 3HAYCHH S
TpoMepoB (aOCOTIOTHBIX Pa3MEpOB) IITUTOB, UCCIIETOBAaHHBIX aBTOPOM, HA MAKCHMAJIBHO
JOCTYITHOM KOJUICKIIHOHHOM MaTepHalie M/WJIH IO JHTEPaTYPHBIM NaHHBIM (IPEex.e
BCETO, 10 poTorpadusimM 00pa3oB) u3 padoT aBTOPOB, BIIEPBHIE OMTUCABIIIIX BU/I FJIH €TI0
MIepeoITMCaBIINX, /IS TOJIy4eHUs] HanOosee MoIHONH MH(OPMAIHK TI0 OCTEOCTPaKaM,
MPHUHAMISKANIMM K Pa3IMYHBIM MoArpynmnaM. 1o JuIMHE ToNoBOTYJIOBUIIHOIO HIMTA
BCE OCTEOCTPaKH MOApa3/elieHbl HaMH Ha Meskue (1o 5 cm), cpeanue (o 12 cm) u
kpymnHbie (12 cm u 6oiee).

TepmunoJiorusi. Clie1yeTyYUThIBATh, YTO00bEKTOMHACTOSIIIUX UCCIICAOBAHU I
SIBJISLIICSL TIAJICOHTOJIOTHYECKUI MaTepHall, T.e. U3y4aJnuch POCCHIN3NPOBAHHbIE TKAHH
Hapy »KHOTO CKeJieTa APEBHHUX OECUETIOCTHBIX IMO3BOHOYHBIX. Takum oOpa3om, ObLIH
HCCIIEIOBAHBI HE CAMH KJIIETKH M MSTKHE CTPYKTYpBI (HalIpuMep, cOCybl U HEPBBI), a
BMELIABIINE WX MOJIOCTU M KaHaJIBL. MICXO/s U3 3TOro, pH ONMUCAHUH UCIIOIb30BaIACh
TePMUHOJOTHS, TMPUHATas B mMaseoructoioruu (Stensid, 1927, 1932; Denison, 1947,
1951b, wactuano Gross, 1935, 1956, 1961, 1968a, b).

COILEPXAHUE PABOTbBI

I'naBa 1. UcTopus ucciief0BaHuil IK30CKeJIeTa 0CTEOCTPAKOB
U po0dJieMbl, CBSI3aHHbIE C €r0 U3y4eHHeM

B rnmaBe maetcs moapoOHbIH 0030p pabOT MO M3YyYCHHIO HAPY)KHOI'O CKelleTa
KOCTHOIAHITUPHBIX OECUEIIOCTHBIX, UCTOPHUSI MCCICIOBAaHUI KOTOPBIX HACUMUTBHIBAET
6omee 160 net. [locTernneHHOE COBEPIIEHCTBOBAHNE METOIUK MCCIIETOBAHUS TTO3BOJIHIIO
noJy4yarb Bce Oosiee JeTallbHYyI0 WHPOPMAIMIO O CTPOSHUH HMAHIUPS TOH T'PYIIIbI
paHHHMX MO3BOHOYHBIX. BMecTe ¢ TeM aHalu3 MaTepUAJIOB BBISBUJ OIPEICICHHbIC
MpOOJIEMbI B U3y UCHHH YK30CKEIETA.

OnmHOM W3 aKTyaJbHBIX MPOOJIEM COBPEMEHHOH MaJICOHTOJOTHH SBIISCTCS
HIeHTUPUKANUS (parMEHTAPHBIX OCTATKOB HMCKOIAEMBIX OpraHu3MoB. DparMeHTH
HApPY»KHOTO CKEJIeTa APEBHUX OCCUYCITIOCTHBIX U PHIO MPEACTaBISAIOT co00i Hamboiee
9acTO BCTPEUYAIOIIMICS ¥ TOCTYITHBIH [IJ151 HCCIICIOBaHM S MaTepuall. B HacTosiiee Bpems
B KOJUICKIIMSIX MAJICOHTOJOTHYCCKUX M T'€OJOTMYECKUX YUPEKICHUN MUpaA HAKOIUJICH
OTHOCHUTEJIBHO MHOTOYHCIICHHBIA MEITKO(GpAarMEHTAPHBIA MaTEPHUall [0 OCTCOCTPAKAM.
OH TPOUCXOAUT W3 PA3JIMYHBIX MECTOHAXOXKIACHUU, MPEKIC BCEro, C apxuiesara
Cesepnas 3emis, o-BoB Caapemaa u l'otnang, ['pernmanauu, Cpennero Ypana u ap., U
TpeOyeT cpaBHEHUsI, OMPEICICHUS U JIeTAILHOTO onucaHus. Jlo HelaBHEro BpeMeHH,
JIUIIb HEKOTOPbIE MHUKPOOCTATKH OCTEOCTPAKOB M3 CHIIYPUUCKUX OTIOKEHHUI ObLIH
netaapHO onucaHbl B. I'poccom (Gross, 1961, 1968b). [IpenBaputensHbIe ONpeneIeHNs
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HEKOTOPBIX HaX00K ¢ 0. OkTs10phckoii Pepomtoniuu, o. [Tuonep apxunenara CeBepHas
3emns u o. l'otnann Obinu cnenanbl Takke B.H. Kapartatore-Tanumaa (Kapararore-
Tanumaa, Mapk-Kypuk, Kypmic u np., 1986; Matyxun, Mennep B.Bux., Kypuic, 1999,
Afanassieva, Mirss, 1999) u 1. ®penxonm (Fredholm, 1990). Omgnako 10 KoHIIA
JIBA/IIATOrO BeKa B JAHHOM I'PyTITe NO3BOHOYHBIX HE ObLIO BBIJICIICHO HA OHOM HOBOM
(hOpMBI 110 U30JIUPOBAHHOI Yellye Wi MUKPO(PArMeHTY IIUTA.

[MpeanpuHsTOE  HAMH  H3yYe€HHE  MEIKO(DPArMeHTApPHBIX  OCTATKOB
OCTEOCTPAKOB M3 CHUTYpUHCKUX OTIOKEeHUH apxurenara CesepHas 3emurs (Afanassieva,
2000a) BBISBUIIO LEJBINA sl CYIIECTBEHHBIX MPOOIIEM, KacarIUXCs HACHTU(DUKAIIHH
MHUKpPO(]parMeHTOB HK30CKeIeTa KaK OCTEOCTPAKOB, TaK M APYTUX TPYIII MAHIIUPHBIX
OecUeqIOCTHBIX M pbIO, a HMEHHO: HEIOCTAaTOYHAs W3YyYEHHOCTh OJK30CKeIeTa
MaKpOOCTAaTKOB (THUIIMYHOW CKYJBITYpPbl IIWTAa W uYemyi), cimabas H3y4YEeHHOCTb
M3MEHYMBOCTH JK30CKelNeTa, pa3Hasl CTENeHb COXPaHHOCTH Marepuaia, pa3jifdHbe
CHOCOOBI  MCCIIEAOBAHMS, HECOBEPUICGHCTBO METOAMK TOJNy4YeHHS  (BBIJCICHHUS,
00paboTKM) MaTepuasia, YHHUKAJIbHOCTh HCCIIEAYEeMOro MaTepHualia, OCOOCHHOCTH
MOP(OJIOTUHNIK30CKETeTaBPA3HBIX TPy TITIax. Haan4aue ykazaHHBIX TPYIHOCTEH (OOBITHO
B COYETAaHUH) YPE3BBIYAHHO OCJIOKHSET CPAaBHEHUE U OMPEACTICHHUE OCTEOCTPAKOB MO
MHUKpoocTatkaM. [IoMHMO 3TOro, HEOOXOAMMO YUUTHIBATH M TO OOCTOSTENBCTBO, YTO
[pHU OTpeNesieHHH MeNKO(pparMeHTapHOrO MarepHualia HEBO3MOXKHO 3aJIefiCTBOBATH
MaKpOIMPHU3HAKH, KOTOPbIE OOBIYHO MCIONB3YIOT IIPU OMHUCAHUH U ONPEACICHUH LENbIX
IIMUTOB M UX KPYHHBIX (parMeHTOB. IMEHHO 3TUM MOXXHO OOBSCHHUTH OTCYTCTBHE
BBIJICJICHUI HOBBIX ()OPM OCTEOCTPAKOB Ha MeIKO(parMeHTapHOM MaTepuaie 0
HEJIaBHETO BPEMEHH.

[IpoBeneHHbIE HCCIEIOBAHMS TOKA3aIH, YTO JJISI CUITY PHICKHX OCTEOCTPAKOB,
OosiblIasi 4acTh KOTOPBIX MpPEACTaBieHA TpeMaTacluIHBIMUA (GopMamMu (TOZOTPST
Tremataspidoidei), XxapakTepHO 3HAYUTEIBHOC W TMPH OSTOM BHUIAOCHCHH(PHUUHOEC
pasHooOpasue B cTpoeHuu OSk3o0ckenaeTa (Afanassieva, 1995, 2000a). Dto B
3HAYMTEBHOU Mepe obJierdaer ux cpaBHeHue u uaeHTHudGukanuo. [Ipu npeanpuHsToM
HaMHU OMPECICHNN MEJIKIX (PPArMEeHTOB 3K30CKEIETa 0CTEOCTPAKOB ObIJT HCIOIh30BaH
MPE/JIOKEHHBI HAMHU paHee KOMILJIEKC THarHOCTUYECKUX MPU3HAKOB JIJIsl OIUCAHMSI U
ompeeNeHNsT KOCTHOMAHIIMPHBIX OecuenocTHRIX (AdaHacheBa, 1991), oTpaxarommii
0COOCGHHOCTH KaK MaKpoO-, TAK U MHUKPOCTPOEHHSI KOHKPETHBIX BUJIOB, YTO C/EIAI0
BO3MOXKHBIM COIIOCTABJICHHE U OMpEJEIeHUE pa3Hopa3MepHoro marepuaia. Kpome
TOT0, CO3/IaHUE TIOAPOOHBIX AUATHO30B U AE€TAJBHBIX OITMCAHUN CTPOCHUS SK30CKeNIeTa
MHOTHX CHUTYPHUHCKHMX M HEKOTOPBIX JIEBOHCKHX ocTeocTpakoB (Denison, 1947, 1951b;
Gross, 1961, 1968a,b; Apanacbea, 1985a, 6, 1986, 1991; Afanassieva, 1995, 1999,2000a;
AdanacneBa, Msipcce, 1997; Otto, Laurin, 1999, 2001), B TOM yuciie U ¢ TPUMEHECHUEM
COM B mocienHue ACCATUIICTHS, SIBUJIOCH HEOOXOIMMBIM 0a3MCOM JUIsSl YCIIEIIHBIX
orpenesieHrii MeJKopparMeHTapHOro MaTepualia B ITOH TIpyle OecYeIIOCTHBIX.
B pesynbrare u3yudeHHs] TOHKOIO CTPOCHUE M30JMPOBAHHBIX OCTATKOB IK30CKEJIeTa
psina ceBepo3eMenbckuX hopm ¢ momornisio COM HamMu OBIITH ONPE/IENICHBI U IeTaIHHO
onucaHbl MeIKO(pparMeHTapHble OCTATKH HECKOIBKHX BHJOB TPEMATACHHIHBIX
octeocTpakoB (Afanassieva, 2000a). YapexxIeH v ONMUCAH TI0 H30JIHPOBAHHOMY OCTATKy
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9K30CKeJIeTa HOBBIH POJl OCTEOCTPaKoB Septaspis, ¢ THIIOBBIM BUAOM S. pectinata.
Takum 00pa3oMm, M3y4YeHHE TOHKHX CTPYKTYp DK30CKejeTa y pas3iudHbIX (HopMm Ha
MHUKpPO- ¥ MaKpoMaTepuayie I03BOJHUIIO, BIEPBbIE B ITOW TIpyIne OeCHEeIHOCTHBIX,
BBIJICJINTh HOBBIM TAaKCOH I0 M30JIMPOBAHHOMY (parMeHTy HapyXHOro ckejera. B
JalbHeHIIeM pa3paboTKa JaHHOW METONMKH II03BOJIMJIA YCHEUIHO NPHMEHHTH ee
K MICHTU(QHUKAIUK OOHMJIBHOIO MaTepHaja IIPH HCCIENAOBAaHHH Pa3HOPa3MEpPHBIX
OCTaTKOB KOCTHONAHIMPHBIX OecuestocTHBIX ¢ 0. Caapemaa, HaKOIUICHHBIX 3a
HCTOPHIO X M3YYCHHSI, a TAKKE BBIICIUTH HECKOJIBKO HOBBIX TAKCOHOB OCTEOCTPAKOB,
YUIpeKICHHBIX Ha MeNKo(dparMeHTapHbIX ocTatkax (Marss, Afanassieva, Blom, 2014).

[lpoBeneHHBIE K HACTOSIIEMY BPEMEHH HCCIEJOBAHUS  HMCKOMAeMbIX
OCTaTKOB OCTEOCTPAKOB, IMPEXKIE BCEr0 HCCIECJOBAHUS HMX HApy)XHBIX HOKPOBOB C
MPUMEHEHUEM TOHKUX METOJUK, T03BOJIMIIN MOJIYUYUTh HOBBIE JJAHHBIE TI0 MOP(OIOTUN
W TaleopazHooOpa3uio 5Tol rpynnbl. [lonyueHHas wnHbOpManus 4Ype3BbIYAHHO
MHTEepecHa U TpeOyeT nepeocMbicieHus. HakomieHblii MacCUB IaHHBIX N0 TOHKOMY
CTPOCHMIO W THCTOJIOTHMHM DJK30CKeJeTa Yy KOCTHONAHIUPHBIX OecuetoCTHBIX
1o3BoHOUHBIX (Osteostraci), IPUHAAISKAIINX K PA3IUYHBIM MOJTPYIINaM, MO3BOJISET
HE TOJIBKO IPOBECTH MX CPaBHEHHE, HO M NPEIJIOKHUTD, KaK MBI II0JIaraeM, HanMeHee
IPOTHBOPEUYMBBIE MOJIENTH (POPMOOOPa30BaHH S HAPYIKHBIX CKEJIETOB PA3IIMYHBIX TUIIOB.

I'naBa 2. Mopdoaorus 3K30cKejieTa 0CTe0CTPAKOB

B raBe mpuBeneHb! JaHHbBIE OOLIETO IUIaHA CTPOCHUS HAPY)KHOT'O CKeleTa
ocTeocTpakoB (puc. 1) U AeTaIbHBIC OMMCAHUS TOHKOTO CTPOCHUSI KOCTHOMAHIIUPHBIX
0ECYEITIOCTHBIX, OTHOCSIINXCS K OCHOBHBIM TOJAIPYIIaM, BBIICISEMbIM B HACTOsIIEE
BpeMsl B 9TOH rpyrIe IpeBHUX MO3BOHOYHBIX (0Kk0J0 40 BUIOB, 27 poaoB, 14 cemMeicTB,
6 monoTpsIoB, 5 oTpsaaoB). Tak, cpenu TpeMaTacnuJOUAHBIX OCTEOCTPAKOB Hanbosee
MOJHO 3K30CKeJeT pa3BUT y Tremataspis u Dartmuthia (puc. 2), B 3K30CKeneTe
KOTOPBIX MPEICTABICHBI BCE TPH CIOS, XapaKTepHBIE JJIs 3TOH TPyl JeHTHHOBBINA
MOBEPXHOCTHBIM M KOCTHBIC, CpeaHUU (TyOuaTsiii) M Oa3albHBIN (JTaMEIIISIPHBIN).
VY pa3HBIX TaKCOHOB KOCTHOMAHIIMPHBIX ATH CIOM HMEIOT Pa3IUYHyI0 TOIIIUHY,
CTENeHb Pa3BUTHUS W OCOOECHHOCTH CTPOCHHUSA. XOPOIIO Pa3BUTHIM MOBEPXHOCTHBIN
CIIOW TpPEACTaBICH JAEGHTHHOM O0CO0OTO THIla — ME30JCHTHHOM (sensu Orvig,
1951), 0cOOEHHOCTBIO KOTOPOTO SIBISCTCS MPHCYTCTBHE B HEM PEIKHX ITOJNIOCTEH
OZIOHTOONacTOB. TpeMaracnumIouIHbIE OCTEOCTPAKH, MMEIONINEe TOHKHI 3K30CKEeNIeT
(Witaaspis, Saaremaaspis), MpaKTHUECKH JIMIICHbI TOBEPXHOCTHOT'O CJIOSI, KOTOPBIH
Pa3BUT JIMIIb B CKYJBITYPHBIX 3JIEMEHTAX, PACIOJIOKEHHBIX 10 Kparo IIUTa U Ha
y4acTKax B HOCTIe(aaTn4yecKkod 4acTh HaHuups. B cpemHeMm cioe y ocTeocTpakoB
C XOpOIIO pPa3BUTBIM DK30CKEJIETOM, pa3MellleHa CeTh IOJUTOHAJIBHBIX KaHaJloB,
o6pa3y}oumx IIOJIMTOHAJIBHBIC ﬂ‘leﬁKI/I, 1 HAlIpAMYIO CBA3aHHBIX C CHUCTEMOU KaHAaJI0B
OoxoBoi nmHUK. CucTeMa OOKOBOH JIMHUHU Y OCTEOCTPAKOB ObLIa XOPOIIO pa3BHUTA,
0OBIYHO OHA YETKO MIACHTH(PHUIMPYETCA Ha TTOBEPXHOCTH MAHIUPS O PACTIOIOKEHUIO
psama xemoOkoB u 60posnok (Tremataspis, Hemicyclaspis) mnm mapHBIX «CEHCOPHBIX
oyropkos (Thyestes). MbI momaraem, 9To MOTUTOHANFHAS CHCTEMa ObLIa Ype3BBIYAitHO
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Puc. 1. Cxemarnyeckasi peKOHCTPYKIHS Ledaiacnuc-mogo0HOro ocTeocTpaka (o
Afanassieva, 1991, c UBMECHEHUSIMH).

Puc. 2. TpexmepHas CXeMa CTPOCHHS 5K30CKEJIeTa JOPCalbHOH CTOPOHBI ILIHTA
Dartmuthia gemmifera Patten, 1931 (AdanaceeBa, 2004). VYcnoBuble o0o03HaueHus: bl —
0a3aJbHBIN CIIOM; ¢i — KpyTOBOW KaHaJ Mo OyTOpKOM; /] — CpeAHUM CI0i1; mp — MUKPOOTBEPCTHS
nepGoprupOBaHHOM CENTHI;, 7S — ME30ICHTHH; ps — NephOprUpOBaHHAs CENTa; I'C — pajnaIbHbIe
KaHAJIbl; SC — CCHCOPHBIN WJIM CIIM3CBOW KaHa, s/ — IOBEPXHOCTHBIN CJIO; ¢ — Oyropok; fes —
TECCepHl, V¢ — COCYUCTHIE KaHAIIBI.
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Puc. 3. TIlopoBble CTPYKTYphl B  DK30CKEJIET€  OCTEOCTPAKOB: @  —
neppopupoBaHHas celTa B KaHalle, oOpasylolmleM HOJHMIOH (BHJ CBepxy) y Tremataspis
milleri Patten, 1931 (3x3. ITMH Ne 4219/3), macmrab — 30 Mxm (AcdanaceeBa, 1991);
6 — TOpOBOE MOJIC, PACIOJIOKEHHOE Ha CKare KPYHMHOro Oyropka Ha J0pCajbHOIl CTOpOHE
rojoBotynoBuiHoro murta Thyestes verrucosus Eichwald, 1854. (ax3. TIMH Ne 1628/31),
macmitad — 10 mxm (Adanacbea, 1991).

BaXKHA JUUIS )KM3HE00EeCTIeUeH T KOCTHOIIAHIIUPHBIX, T. K. ObLJIA MOMU(YHKINOHAIHHOMN,
aee 00beMHAs CTPYKTYpa CITy KHJIa «MSTKOW MaTpHIiei» mpu (POpMUPOBAHNN TAHIIUPSL.
OCOOEHHOCTBIO KaHAJIOB MOJIMTOHAJIBHON CETH y TPeMaTacluJOUJAHBIX OCTEOCTPAKOB
SIBJISIETCSI IPUCYTCTBUE B HUX MOPOBBIX IMOJIEH MM TepPOPHUPOBAHHBIX cenT (puc. 3).
[IpennonoxeHne O NPUIKUZHEHHOM COIPSDKEHHH Tep(QOpUPOBaHHBIX CTPYKTYP
C PpELENTOPHBIMH KJIETKAMH CEHCMO-CEHCOPHOH CHUCTeMBbI TpeOyeT AalibHeWIINX
CHeIHabHBIX UCCIIEI0BAHUMN.

BakHBIM BKJaJOM B H3y4YEHHE DJK30CKEJETa OCTEOCTPAKOB SBISIOTCS
OIIMCAHUS €ro CTPYKTYPbI y TAKCOHOB, BIIEPBbIE BBIICJICHHBIX 110 MEJIKMM (parMeHTam
MaHOups Ha 0a3ze WCCIeNOBaHUN MarepHana U3 CHIIYPHHCKAX OTIOXKEHHH O.
Caapemaa (OCTOHHS), MOTYYECHHOTO B Pe3yJbTaTe PACTBOPEHHS BMELIAIOIINX MOPOI,
C IPUBJICYCHHEM CPaBHUTEIBHBIX MATEPHAJOB M3 KOJUICKIMH My3eeB mupa (Marss,
Afanassieva, Blom, 2014) (rucrosormueckoe HCCIIEOBAHHWE B yKa3aHHOW paboTe
MIPOBEJICHO AUCCEPTAaHTOM). JlaHO JIeTaIbHOE OITMCaHKUE TOHKOTO CTPOCHUS DK30CKeIeTa
paHee H3BECTHBIX TAaKCOHOB, a Takke HOBBIX Tpemaracnunouubix (Eldaaspis,
Tahulaspis u ap.) u, Bo3mMoxkHO, edanacnunounubix (Meelaidaspis, Ohesaareaspis)
ocTeocTpakoB. BblsBlIeHHOE pa3HOOOpa3We B CTPOCHHUU IK30CKEJeTa YeTKO
MOATBEPXKIACT MPE/IOI0KEHHE O TOM, UTO CKYJIBIITYPa U TUCTOJIOTHYECKOE CTPOCHHE
Hapy’>KHOTO CKeJIeTa OCTEOCTPAKOB XOPOIIO JMArHOCTHYHBI M BBICOKOIEPCIEKTHUBHBI
JUTST (QUITOTEHETHIECKUX M OMOCTPATUTPAPUIECKUX UCCICOBAHUH.

Cpenn KOCTHONAHIMPHBIX OECYENIOCTHBIX CO  CIOKHOOPraHHW30BaHHBIM
Hapy»HBIM  CKEJIeTOM, 0c000  BBLACISIOTCS  OCTEOCTPAaKH M3  OTIOKCHHH
CEBEPO3EMEIIbCKON CBHUTHI HIJKHErO JIeBOHA (JIOXKOB) 0. OKTAOpbckoil Peomronuu
apxunenara CeBepHas 3eMJis, OTHOCUTEIbHO HENAaBHO YUPEIKIACHHbBIC M ONMUCAHHbBIC
HaMH, a UMEHHO, BUJIbI pos1oB Reticulaspis u Paraungulaspis Afanassieva et Karatajute-
Talimaa, 2013 (AdanaceeBa, Kapararore-Tanumaa, 1998, 2013; Adanaceena, 2011, 2014;
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Afanassieva, 1999), monpo0OHoe onrcanue SK30CKeIeTa KOTOPBIX TPUBEICHO B TIIaBe.

YcranoBneno, 4to Juisi Paraungulaspis arctoa xapakTepHa CKyJBIOTYypa
reHepaJIn30BaHHOIO TUIA: MHOTOYHCIICHHBIE MEIKHe 0oJiee MM MEHee Y/JIMHEHHBIC
6yF0pKI/I Ha TE€CCEpax TroOJIOBHOI'O IHMTAa M Y3KHE BAaJIMKKM Ha TYJIOBHHIIHBIX YCIIYSAX
(AdanacreBa, Kaparatore-Tanmnmaa, 1998; Afanassieva, 1999). ®opma OyropkoB Ha
MIOBEPXHOCTH 3K30CKEJIETa MEHSETCS C OKPYIJION Ha YAJIIMHEHHYIO NPH IEPEX0ne OT
TOJIOBHOTO IUTa K TYJOBHUIIHOMY OTAENY. Byropkm CiOKeHBI KIETOYHONW KOCTHOW
TKaHbBIO, TIOCTEIICHHO TEPEXONANIe B NX BEpXHEH YacTH B JCHTHHOWMJHYIO TKaHb,
MIPOHU3AHHYI0O TOHKHMH KaHaJbHamMu. Mexay OyropkamMum OTKPBIBAIOTCS YCTbS
KaHaJIOB COCYAMCTOTrO cruieTeHus. [lopoBble mousis wim nepdopupOBaHHBIE CETTHI B
TBEPIBIX MOKPOBaX He OOHapysKeHbI. JIOTIOJIHUTENBHOE HCCIEOBAHUE HApy KHOTO
CKeJIieTa TOJIOBHOTO muTa roynotuna P. arctoa (Afanassieva, 2004a, b, 2005, 2011a-c,
2014; Adanaceesa, 2011) mo3BoNMIO HAM YCTaHOBHUTB, YTO Ha IOBEPXHOCTU Teccep
MIPUCYTCTBYET CIOXKHAs JEHTHHOBAsl CTPYKTypa, MMeromas BUJ OOBEMHOW CETH ¢
OTHOCHUTEJIBHO KPYIHBIMH [OpaMH W 3ajieraroniasi Ha Oyropkax MepBOil reHepaiuu
nentuHa (Adanaceea, 2011, puc. 10, tadbn. XII, ¢ur. 5-8) duameTp mop Moxer
JIOBOJIBHO 3HAUNTEJIBHO KOJI€0aThCs, MOPHI PACHONIOKEHBI HE yropsiaoueHHo. [logodHoe
CTPOCHHE IK30CKEIETA MTO3BOIHIIO HAM MPETIOJIOKHUTH, YTO B HAPYKHOM CKEJIETE 3TOTO
BHJ]a OCTEOCTPAKOB NMPHCYTCTBYIOT O KpalHEH Mepe OBe T€Hepaluy JICHTHHOBBIX
cTpykTyp (Afanassieva, 2004a, 2005, 2011a-c; Adanaceesa, 2011). Takum obOpazom,
st Paraungulaspis BepBble 0Ka3aHO CyIIECTBOBAHHE JIByX I'€HEepalWil JeHTHHA B
TBEPIBIX MOKPOBAX, T.€. BO3MOKHOCTH HaJICTABOYHOTO (CYNEPIIO3MIIMOHHOTO) POCTa
pHu 00pa30BaHMH IK30CKETICTA.

HoBble wuHTepecHble Marepuaibl MO OK30CKENEeTY HUIKHEIEBOHCKHX
ocreocTpakoB CeBepHOI 3eMJiIH, ObLIN IMOJYUYEHBI HAMH B pe3yJbTaTe IJINTEIBHOTO
pacTBOpEHHUs] KOHKpPEIMH M3 M3BECTHSIKA B Oy(pepHOM pacTBope ciabol yKCYCHOM
KHUCJIOTBI 1 TOHKOI'0O MEXaHHYCCKOI'0 IMpEriapupoBaHUA CKEJICTHBIX OCTAaTKOB. B Xoae
pacTBOpEHHUs BMEINAIOIIel TOpoAbl M IPENapupOBaHUs MaTepuana OOHaKHICH
MOYTH MOJHBII FOJOBOTYJIOBUIIHBIN IIUT OCTEOCTPaKa CPEIHUX PA3MEPOB C XOPOIIO
COXpaHUBIINMCS 3K30CcKeneToM. HecmoTpst Ha nedopManuio IEHTPadbHOM dYacTh
IUTa, 3aTPOHYBIIYIO TOPCAIBHOE I0JIe, MUHEATbHBIH M HA30THIO(U3HBIA OTHAEIHI,
COXpPaHWJINCh MHOTHE JETalW CTPOEHHS, TaK UYTO MPEICTABHIOCH BO3MOXKHBIM
OXapaKTepHU30BaTh 3HAUNTEIHHOE YHCIIO TPU3HAKOB, 33/IeHCTBOBAHHBIX Y OCTEOCTPAKOB
B TAKCOHOMHMYECKHUX AMAarHo3ax pazHoro panra (Adanaceesa, 1991,2004). Ilpaktnueckn
BCSl OTKPBIBIIASICS JIOpCasibHasi MMOBEPXHOCTh MCCIIEJOBAHHOTO T'OJIOBOTYJIOBHIIHOTO
LIUTA TOKPbITa OJECTSAIIMM JECHTHHOBBIM CJIOEM, NMPOHU3aHHBIM MHOT'OYHCICHHBIMU
nopamu, oOpasyst Menkosiuenctyio ceth (AdanacreBa, Kapararore-Tamumaa, 2013,
tabn. IX, ¢ur. 4; tadn. X, ¢ur. 1) UccnenoBannas popma, Ha OCHOBAHUH HEOOBIYHOTO
COYETaHHUs IPHU3HAKOB OK30- W OHJOCKEJIeTa, BBIJCJIICHA HaMH B OCOOBIA pox
Reticulaspis ¢ TunoseiM BugoM R. menneri Afanassieva et Karatajuté-Talimaa, 2013.
Crnemyer oTMeTHTBH, 9TO Reticulaspis xapakTepusyeTcsl Mpek/ie BCETO 3HAYUTEIHHBIM
pa3BUTHEM HAPYXKHOTO CKesieTa (CIUIONIHASI IEHTHHOBAs CETh HA MIOBEPXHOCTH IUTA,
MIPEOpONTANTFHBIC BO3BBIMICHHS, XOPONIO pPAa3BUTHIH JOPCOMEIUANBHBIN TI'peOCHb,
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Puc. 4. Dk3ockeneT ronoBoTyI0BHIIHOrO mKTa Reticulaspis menneri Afanassieva et
Karatajtte-Talimaa, 2013: a — pasnom cern (Dn+1) Ha Gyropke npensigymeii renepanun (Dn)
(ox3. [TNH 4766/52); 6 — BepTUKanbpHbIi NUIA( Yepe3 ACHTUHOBYIO CETh B DK30CKENICTE IUTA
(ox3. I1T1H 4766/30-2) (macmTad — 10 mxm) (AdanacweBa, 2016).

MacCHBHBIC ITUPOKHE POTA) MPU CPABHUTEIBHO HEOONBIINX a0COMIOTHBIX pa3Mepax
TOJIOBOTYJIOBUIIHOTO MINTA.

IIpu nccnenoBanun B COM menkux (parMeHTOB 3k3o0ckeneTa Reticulaspis
menneri 1M0J JCHTHHOBOW CEThIO WMIM OyropkamMm HaMu OOHapy>KeHbI OyTOpKH
MEepBUYHONW TreHepannu IeHTHHa (AdanacbeBa, Kapartarore-Tammmaa, 2013, Tabm.
II, ¢ur. 2-4). Takum oOpa3om, sl TOJOBOTYJOBHINHOrO ImuTa R. menneri Obli0
YCTAQHOBJICHO CYIIECTBOBAHUE CYIEPIO3UIIMOHHOTO POCTa DK30CKEIETa, CXOJHOTO C
nospoOHo onucaHHbIM y Paraungulaspis arctoa s otaenbHOM Teccepsl (puc. 4a).

Kak Oblio ycraHoBieHo, Ha moBepxHocTH muTa y Reticulaspis menneri
pacrionioxeHa 00beMHas CeTh BTOPUYHON reHepauuu aentuna (D,, 3nech u panee: D
— TeHepanus AeHTuHa; 1, 2, ..., n, n + | — HymepaIus nocie0BaTeIbHbIX TeHEepaIHii),
pasmelieHHas Ha Oyropkax mneppoi renepauun jentuHa (D). Ilpu nanbHeiiniem
HCCIIEIOBAHNH TOTIOTPa(UIeCKOi N3MEHUYNBOCTH CKYJBINTYPBI 3K30CcKeneTa R. menneri
HaMu OBUTO OOHApYKEHO TPHUCYTCTBHE MOCICAYIOIINX TEHEparui JEeHTHHOBBIX
CTPYKTYp B €ro pa3HbIX yacTix (Adanaceesa, 2016, puc. 1). Kpome Toro, mpu nzydeHnn
THCTOJIOTHYECKMX CpPE30B  (DParMEHTOB SK30CKEJETa HaMH ObIO  YCTAaHOBJICHO,
YTO B HEKOTOPHIX YaCTSX IIWTa JCHTUHOBAs CETh pa3MelleHa He Ha Oyropkax, a
HEINOCPE/ICTBEHHO HA IIOBEPXHOCTH JK30CKENIeTa, T.e. OHA MOIVIa 3aKJIa/bIBaThCsl HE
TOJIBKO Ha MPEAIIECTBYIOMEH TeHepaliy JeHTHHA, HO ¥ NepBUYHO (puc. 40). DToT dakT
MOJTBEPIKAET HAlle MPE/IIOJIOKEHHE O TOM, YTO JICHTUHOBAsI CETh MOIJIa pPa3BUBATHCS
B 9K30CKEJIETE€ OCTEOCTPAKOB YK€ Ha PAaHHMUX CTAJMSIX OHTOI€HE3a, BO3HUKIIEE B CBS3U
¢ 0OHapYI)KCHUEM CIICIIOB TMOJO00HON CETH Yy FOBEHHIJIBHOIO SK3eMIuisipa Nucleaspis unica
W3 OIHOBO3PACTHOrO MecToHaxoxacHus (AdanacbeBa, Kapararore-Tamumaa, 2013).
BaxHO OTMETHTB, YTO OTHENBHBIE CETYAThIE PIEMEHTHI YETKO MICHTU(PULHPYIOTCA U
Ha TMOBEPXHOCTH IIEHTPAJBHOW YacTH KaXaoi Teccepsl B dk3ockenere UALVP 19371,
pOraToro 0OCTEOCTpaKa HEOMPEAEIICHHOM CHCTEMaTHIeCKOW MPUHAJICKHOCTH U3 HUYKHETO
nesona Kanaznser (Adrain, Wilson, 1994). Takum oOpa3oM, HAMH BIIEPBBIC YCTAHOBIICHO
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(Adanacnesa, 2016), 4TO Yy OCTEOCTPAKOB JEHTHHOBBIE CTPYKTYpPBI Pa3iIM4YHBIX THUIOB
(Oyropkw, BaJMKH, CETH) MOTJIM 3aKJIa/IbIBAThCSl HA IOBEPXHOCTH MAHIMUPS KaK MEPBHYHO
(D)), Tak 1 mpu mocneyomux renepanusx (D ) Ipu pocTe 3K30CKeTeTa.

[IpuBeneHHBbIE JAETaJIbHBIE OMHCAHUS HJK30CKEJIETOB KOCTHONAHIIMPHBIX
OCCUETIOCTHBIX PA3JINYHBIX BHUIOB, CICIAHHBICE HA OCHOBE OpPUTHHAIBHBIX U
JUTEPATYPHBIX JAHHBIX, CBHUJCTEILCTBYIOT O €Ile OOJbIIEM pa3HOOOpa3HH
CTPYKTYPHBIX THIIOB HAPYKHBIX TOKPOBOB, CBOHCTBEHHBIX 3TON TPYIITIE MO3BOHOUYHBIX
(AdanacneBa, 2012, 2016), yem mpeamnoNaragochk paHee. DK30CKEIET OCTEOCTPAKOB
XOpOIIO Pa3BUT U CIOKHO YCTPOCH, CKYJIBIITYpPHBIC JIEMEHTHI Ha €0 MOBEPXHOCTH
(kak Makpo-, TaK U MUKpOpeibe]) UMEIOT pasHooOpaszHoe cTpoeHue. VccnenoBanne
TOHKOTO CTPOCHHSI M THCTOJIOTHH DK30CKEJIETa y Pa3HBIX TAaKCOHOB OCTEOCTPAKOB, B
TOM YHCJIE U BHOBb OIIMCAaHHBIX, I0KAa3aJI0, YTO Pa3HOOOpas3ne B CTPOCHUH HAPYIKHOT'O
CKeJIeTa JOCTUTAIOCh 3a CUET PA3JIMYHOM CTENEHM pa3BUTHUS ClAralollUX €ro ciIoeB
(IOBEpXHOCTHOT'O JICHTUHOBOTO CJIOA, CpeJHero rybuaroro cios u 0a3albHOro
JIAMUHAPHOTO CJI0sT), KOMOMHAIMU aJbTEPHATHBHBIX MPHU3HAKOB, XapaKTePU3YIOIINUX
9K30CKeJIeT (HaJuuue WIJIM OTCYTCTBHE NEPPOPUPOBAHHBIX CEMT, MOPOBBIX IOJEH,
panuanbHBIX KAaHAJOB, CEHCOPHBIX IOP, COCYIUCTBIX OTBEPCTUH Ha TOBEPXHOCTH
9K30CKEJeTa M T.J.) NPH IIACTHYHOCTH THCTOXApaKTEPUCTHK TKaHEH, ClIararomiux
TBEp/ble TOKPOBBI (JUTMHA, AWAMETP, MJIOTHOCTh JEHTHHOBBIX KaHAJbLEB, (opma,
pa3Mepsl, KOHIIEHTPANHsI HOJIOCTEH OIOHTONTOB/OCTEOLIUTOB U JIP.).

I'naBa 3. Pa3zBuTHE HAPY:KHOT'O CKEJIETA OCTEOCTPAKOB B OHTOTeHe3e

Ha ocHoBaHMU UCCiIeI0BaHII TOHKOTO cTpoeHus muTa y Thyestes verrucosus
Eichwald u3 amxnero cunypa o. Caapemaa (OCTOHUS) ¢ HEMOIHO CHOPMHUPOBAHHBIM
9K30CKEIETOM HaMH Oblila MpEJIoKeHa MOJelb (OpPMHUPOBAHHS €ro HIK30CKeIeTa
(Afanassieva,2002,2004b). YcTaHOBIICHO, YTO HA TOBEPXHOCTH C(POPMHUPOBAHHOTO IIATA
T. verrucosus Hu Teccepbl, HU OJIUT OHAIbHAS MOJEIIb CTPOCHH I HE MICHTU(DULIUPYIOTCS.
Ha cxioHax KpynHBIX OyTOPKOB IOPOBBIE MOJIS Pa3MEILEHb! IMHEHHO BIOJb 3aKPBITHIX
pamuanbpHBIX KaHaoB (Afanassieva, 2002, ¢ur. 1; 20046, ¢ur. 2D). Ha moBepxHOCTH
IIUTa y 9K3EMILTSIPOB C HETIOJTHO C(hOPMHUPOBAHHBIM 9K30CKEIIETOM (pHC. 5a) ANCTAIBHEIC
YacTH paJMalbHBIX KaHaJIOB OTKPHITH (Afanassieva, 20040, ¢ur. 2C), ompenmemnss
NpPUOTU3UTENBHBIE TPAHHLBI «Teccep» W 00pa3ys TUIHYHYK MJIsi OCTEOCTPAKOB
MOJIUTOHATIBHY0 MOJIETIb. B OTIINYMe OT OOBIYHBIX TECCEP, «TECCEPhI», ONPEACIsIeMbIe
y T. verrucosus Ha 3TOH CTaAMU PA3BUTHS, HE HMMCIOT YETKHX TCOMETPUUYCCKUX
rpanun. Hamu Obiio npennonoxeno (Afanassieva, 2002, 20046), yTto B OHTOreHe3e
T. verrucosus MEpPBBIMH BO3HHKAIU PSAABI KPYIMHBIX OYrOpKOB, PacIONOKEHHBIC
BJIOJIb OCHOBHBIX pebep KecTKOCTH miuTa. PopMUpOBaHHE SK30CKENETa HAYHHAIOCH
¢ o0pa3oBaHMs 3a0CTPEHHBIX [EHTHHOBBIX KOHYHMKOB OyrOpKOB, MHHEPaJM3aLUs
OyropkoB HpoMCXonmia B Oa3ajbHO-TaTepajbHOM HampasiieHnd. Ilo mepe pocta
0co0H, MeXy KPYIHBIMU OyropkaMH 3aKJIaIbIBalNCh CPEAHUE OyrOpKH ¢ TOHKUMHU
BeplIHHaMH. [locieTHIMHY TOSIBIISIIMCH MEJIKHE peOpucThie OYTrOpKH, PacloiIoKeHHBIE
Ha CKJIOHAX OoJiee KPYITHBIX OyropkoB. Takum oOpa3om, sx3ockeneT T. verrucosus Mor
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Puc. 5. CxymenTypa Ha TOBEpXHOCTH AOpCaNbHON CTOpoHBI mmuTa Thyestes
verrucosus Eichwald, 1854: @ — xpymHBI Oyropok B OKpYXEHHH paaHdalIbHBIX KaHAJOB;
0 — KpymHbIH Oyropok B OKDYXCHHH MEpBOro KOJblla MEJIKHX Oyropkos (Macmrab —
300 mxMm) (Afanassieva, 2014).

Pa3BHBATHCA OTHOCHTEIIEHO OBICTPO, OHAKO MEJICHHEE, YeM Y BUJIOB pozia Tremataspis,
JUIS KOTOPBIX XapaKTePEeH JJIMHHBIA KOHCOIUAUPOBAHHBIM LUT C [VIaJIKOW IE€HTUHOBOM
MOBEPXHOCTBIO. [IoCKONBKY 00pa3oBaHHEe MAHIUPS MaTepHalio- M, COOTBETCTBEHHO,
9HEPro3aTPaTHO, MPOJIOHTALMS CBSI3aHHBIX C 9THM IIPOLIECCOB paclpeaeisiia Harpy3Ky
Ha OpraHu3M BO BpeMeHHU. CyIecTBOBaHUE CUCTEMBI €UHHIL («Teccepy), MOCTEIEHHO
YBEJIMYMBABLINXCS B pa3Mepax, MO3BOJISIIO )KHBOTHOMY ITPOJIOJIKATE CBOM POCT B TCUCHHUE
Oostee ATMTENEHOTO TIepHo/ia BPEMEHHU BIUIOTH J10 00pa30BaHUsT KOHCOIUAMPOBAHHOTO
mura (Afanassieva, 2002, 20040). HoBasi nHpoOpMaIus mo XOpouio cOXpaHUBIIMMCS
IOBCHWJIBHBIM 3K3eMIuLsipam Superciliaspis gabrielsei (Dineley et Loeffler, 1976) u3
HwkHero aesoHa Kawnanel, CeBepo-3amannbie TeppuTOpUH, MO3BOIUIA ONPEACIUTH
Croco0Bbl Pa3BUTHA AEPMAJIBHOTO CKeJeTa B OHTOTEHE3e Y TEeCCePUPOBAHHBIX (Hopm
(Hawthorn, Wilson, Falkenberg, 2008). ®opmupoBaHue TBEPbIX HAPYKHBIX TOKPOBOB
IIPOUCXOIMIIO 33 CHET BOSHUKHOBEHHUS DJIEMEHTOB (Teccep U INIACTHH), NX JaJIbHEHIIero
KpaeBoro pocTa M CIUSHUSA B Ooliee KPYIHBIE COCTABISIOIINE HAPYKHOIO ckeneta. 1o
Mepe pocTa HHAMBUAYYMa, MEXKIY YKe CYIIECTBYIOIUMHE TeccepaMu (GOpMHPOBAIIHCH
HOBBIe Teccepbl. OccuduKanms Teccepbl HAYHMHAIACH ¢ BOSHUKHOBEHUS IICHTPAIBHOTO
(mpuMopnumanbsHOro) Oyropka B IeHTpe Oynaymied Teccepbl. 3aTeM (opMupoBaIach
COOCTBEHHO MHOTOyToOJibHas Oa3aibHas IJIaCTHHA, NP 3TOM Ha JIAHHOW CTaIuH
pa3BUTHSI Teccepbl yKe CONpUKacaluch ApPYr ¢ japyroM. Jlajmee mnpoucxoauio
o0Opa3oBaHHe NEpBOrO Kojblia mepudepuyecknx OyropkoB BOKDPYT IEHTPaJbBHOTO
Oyropka, 3areM (OPMHPOBAIIUCH MOCIEyIOIINE KojIblia OyropkoB. [lociaeaqnumu, yxe
y B3pOcCIbIX 0co0eil, (hoOpMHUPOBAINCH KOCTHBIE KOHIIEHTPUYECKHE POCTOBBIC KOJIbIIA,
JIMIICHHBIC OYTOPKOB.

CpaBHeHHe MaHHBIX IO pa3BUTHIO IuTa y Thyestes u TeccepupoBaHHOTO
Superciliaspis, a Tak)e JOMOJHUTENbHOE U3ydyeHue matepuana o Thyestes verrucosus,
MONTBEPANIIO TIPABUIIBHOCTD CHENAHHBIX HAMH paHee BHIBOAOB M BBISBHIIO HOBBIC
ocoOeHHOCTH (POPMHUPOBAHMS IK30CKeneTa y 3Toro Buaa (Afanassieva, 2014). Menkue
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Oyropku, mosiBisifoIIMecs B OHToreHese Thyestes verrucosus mnosjaHee KpYITHBIX M
(bOpMI/IpyIOI_HI/IeCﬂ Ha UX CKJIOHaX, CIrpynmnyvpoBaHbl B BUJIC KOHHCHTPUYCCKUX KOJICI] 10
niepudeprn Kaxaoi «reccepb» (puc. 50). Takum o0pa3oM, Ha TOBEPXHOCTH CIHUTHOTO
muta Thyestes onmpenenstoTcs CTPyKTYPhI, Pa3BUBABIINECS 110 THUITY, XapaKTePHOMY IS
oTAeNbHBIX Teccep Superciliaspis. OnHako y S. gabrielsei KOHIIEHTPHYECKH PACTIONOKESHHBIC
MeJKue Oyropku 00pas3yloT Ha TIOBEPXHOCTH KaXKIOH TecCephl MOIUTOHAIBHYIO MOJETb,
CBHJIETEJILCTBYIOILYTO O TOM, YTO TECCEPB KOHTAKTHPOBAIIH JIPYT C APYTOM yIKE Ha pAHHUX
stamax popmuposanus (Hawthorn, Wilson, Falkenberg, 2008, puc. 7). Ins T. verrucosus
XapaKkTepHa HUPKYJSpHAs MOJENb PAacHoJIOKEHNs OyropKoB, ITOATBEPXKIAIONIas Halle
TIPE/ITIONOKEHHE O TOM, YTO IIPH 0OpPa30BaHUH KOJIbIIA METKUX OyTOPKOB KOHTAKTa MEXTY
TBEPABIMH Y4aCTKaMH 00pa3yIOIIUXCs COCEHUX TECCep €llie He CYIIeCTBOBAJIO. Menkue
Oyropku T. verrucosus, 00pa3oBbIBAJINCH HE TOJIBKO Ha CKIIOHAX OoJiee KPYITHBIX OyTOpKOB
(Afanassieva, 2014, Tadmn. X, ¢ur. 5), HO M MEXy HUMHU 1 HE3aBHCHMO OT HUX (TaM ke, Ta0J.
X, dur. 6). [Tpr 9TOM Takoi OYropoK HaXOIWJICS B IEHTPE WHANBUIYaIBHON «TECCEPhI»
Majoro pasmepa, cHOPMHPOBAHHON TUCTATBHBIMH KOHIIAMH pPaIdalIbHBIX KaHAJIOB,
U CIyXu1 IeHTpoM ee QopmupoBanus. [1onoOHbIE «Teccepbl» MOIJIH ITOCTENEHHO
YBEITUUMBATHCS B pa3Mepax Mo Mepe pocta 0coou.

Baxno ormeruts, uto y T. verrucosus cinusHne BceX (HOPMHUPYIOUIHXCS
COCTaBISIOMINX 3K30CKENeTa B KOHCOJNWUAMPOBAHHBIM IIUT, B CHJIy OCOOEHHOCTEH
CTPOCHHSI, HE MPOMCXOINIO OJHOMOMEHTHO, a OBLJIO MPOJIOHTHPOBAHO BO BPEMEHHU.
[Tpoueccsl occupuKaMy HE 3aBEpIUATNCH IMOJHOCTHIO C 00pa30BaHHEM CIMTHOW
KOHCTPYKIIMH, a TPOJOJKAJIUCh OTPaHMYCHHBIMH IIEPECTPOHKaMHU Ha HEOOIBIINX
y4acTKax IIHTA, YTO MOATBEPXKIACTCS, 110 HALTMM HAOJIIOACHUSIM, HAJTMYUEM MaJIbIX MO
IIJIOIAH YYACTKOB C OTKPBITBIMU PaAHaIbHBIMU KaHAJIAMH Y HEKOTOPBIX 9K3EMILISIPOB.
Ha ronosorynosuinoM mute Thyestes BbisiBieHa crienuduueckas MOAeIb pocTa, a
l[aHHbIﬁ THUI TAaHIUPA OTHECEH HAMH K YaCTUYHO KOHCOJIUJAUPOBAHHBIM.

pyroii croco® (GpopMHUPOBaHUS TBEPIbIX MOKPOBOB OBLI ONMHCAH HAMHU Y
Paraungulaspis arctoa u Reticulaspis menneri u3 OTJIOKEHHUI CEBEPO3EMENbCKOM CBUTHI
HIDKHETo AeBoHa 0. OKTsA0pbckoii PeBomtoninmu apxunenara CesepHas 3emis, Poccus
(AdanacneBa, 2011, 2016; AdanacpeBa, Kapatatore-Tammmaa, 2013, Afanassieva,
2014). Kak OBIO yCTaHOBIIEHO, TIOBEPXHOCTh IIUTA Y ITHX OCTEOCTPAKOB MOKPHITA
JICHTUHOBOW CETBIO, TT0J] KOTOPOH pa3MEIleHBI CTPYKTYpPbl MPEABIAYIINX TeHEepanni
neHtuHa (Oyropku, Banmuku uiu ceTH). IlomoOHOe cTpoeHHE TBEpABIX IOKPOBOB,
BriepBble (Afanassieva, 2004a) BBISIBICHHOE B 9K30CKENIETE CEBEPO3EMETBCKUX TAKCOHOB
y Paraungulaspis arctoa, yka3slBaeT Ha TO, 4TO IpH (GOPMUPOBAHUH €TO HAPY>KHOT'O
cKeyeTa MeJKue Oyropku oOpa3oBBIBAJIMCH NEPBBIMH (IEHTHUH TEPBOM TE€HEpaIuH),
M03/{HEEe HaJl HUMU 3aKJjaJlbIBasiach JICHTHHOBAs CETh (IEHTHUH BTOPOW T'€HEpallny).
Takum 006pa3zom, A HUX OBLIO JI0Ka3aHO CYIIECTBOBAHUE JBYX IeHEpalMil JCHTHHA
B TBEP/bIX MOKPOBaX, T.e. BO3MOKHOCTh HAJICTABOYHOIO (CyMEpIIO3UIIIOHHOI0) POCTa
1pu GOPMHUPOBAHUH DK30CKEIETA.

CnenyeT OTMETHTH, YTO BIEpBBIE CYIIECTBOBaHME (EHOMEHA CyIEpHO3HU-
IIHOHHOTO POCTA B TBEPIBIX IOKPOBAX OCTEOCTPAKOB ObLIO 3ahrukcupoBano T. DpBUTOM
(Drvig, 1951) Ha MaTepuae, MPOUCXOASINEM U3 HIKHETo neBoHa LImuibeprena. DpBur
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npuBell W300pakeHHe IUIH(a BEPTHKAIBHOTO CEUYEHHsI JK30CKENeTa OCTEeOCTPaKa,
orpezaenennoro uM kak Cephalaspis sp. (ram xe, puc. 11B), ¢ XxapakTepHbIM BEpTHKAIBHBIM
pacrojoKeHHEeM JBYX TeHepauuii OyropkoB. B cBoell paboTe DpBUI OTMETHII, YTO
nepuorudeckoe 00pa3oBaHME HOBBIX TBEpIABIX TKaHEHl Ha BHELIHEH MOBEPXHOCTH
9K30CKEJIETHBIX 3JIEMEHTOB OOHAPY’KEHO y Pa3HBIX IPYII OCTPAKOAEPM U PhIO.

I'. Berarme B cBoeit MoHOTpaduu mo ocreoctpakam Llnmumbeprena (Wangsjo,
1952) cneumnanbHO OCTaHABIMBAETCSA Ha MPOOJIEME BTOPHYHOTO POCTA IK3OCKENIEeTa Y
OCTEOCTPAKOB M, B YACTHOCTH, 0OCYXKJaeT CyIIeCTBOBaHUE HAJCTABOYHOIO CrocoOa
(opMupoOBaHHS CIOKHBIX (COCTABHBIX) JCHTHHOBBHIX OyropkoB y Tegaspis kolleri
(Stensi0,1927) w3 HmkHero aeBoHa (JloxkoB) Hopeernn. Benrmie BrepBbie omucan
TOHKOE CTpOEHHE HapyXHOro ckenera y Tegaspis, 3a)MKCHPOBAB CHIIBHOE pa3BUTHE
TKaHW ME30JCHTHUHA B KPYIHBIX Oyropkax W 3HAYUTENIbHYIO BaCKYJISPHU3ALHUIO
CPEIHEero Cios ero sK3ockeinera (tam ke, Tadbn. 116, ¢ur. 1). OH npuien K BBHIBOAY,
YTO CyTNEpIO3UIIMOHHBII pocT OyropkoB («appositional growth», mo Benrme), a,
CJIE/IOBATENIBHO, U O9K30CKeJieTa B IIEJIOM, OYEHb PEJOK B ITOH TIpylIe APEeBHHX
no3BoHOYHBIX (Osteostraci).

Wzyuenne tomorpaguyeckodl HM3MEHYMBOCTH CKYJIBNTYpPBHl IAHIUPS Y
Reticulaspis menneri mo3Bonmiio Ham 00HAPYKUTH TPUCY TCTBHE HECKOJIBKUX T€HEPAITHI
JCHTHHOBBIX CTPYKTYp 9K30CKEJIeTa B Pa3HbIX YacTAX TOJIOBOTYJOBHIIHOIO IIUTA
(AdanacweBa, 2016). Takum 00pa3om, OBLIO YCTAaHOBIICHO, YTO Pa3BUTHE T'€HEPAIIHA
JCHTHHA IPOMCXOJHMIIO B OHTOICHE3e HCCICJOBAaHHOH (OpMBI HEOJHOKPATHO. BbliIo
MIOKa3aHo (TaM ke, puc 1a), 4To Ha MOBEpXHOCTH MaHIups Reticulaspis HOBbIE reHEepanuy
JICHTHHA MOTJIM 3aKJaJblBaTbCcsi MHOTOKPAaTHO, B 3aBHCUMOCTH OT HOTpeOHOCTEH
¢yHKIMOHUpYOLEero oprann3Ma. Kak u y Apyrux paHHUX Mo3BoHOUHBEIX (OOpyues,
1964; Hoewuikas, 1965; Johanson, Smith M. M., Kearsley et al., 2013), cmoco6HOCTB
MHTEryMEHTa K OOpa30BaHUIO MOCIEAYIONMX TEeHepaluil JeHTHHA Morjla ObITh
UCIIOJIb30BaHA IIPH PENapaTUBHON pEreHepaluy TKaHeW MNaHIUpPs OCTEOCTPAKOB,
HarpuMep, 3aJIe4NBAaHUH MTOBPEKACHUH, HAHCCEHHBIX JKUBOTHOMY XHUIIHHKAMHU HIIH
napasuramy (IpHMep B3aUMHOIO Pa3MEIICHHs TKaHEH 3K30CKeJeTa IPH BO3MOXKHOM
TpaBMe y Tremataspis milleri Patten (Mérss, Afanassieva, Blom, 2014). B To ke Bpems,
CII0COOHOCTB TKaHEeH HHTETyMEHTa OCTEOCTPAKOB K CYNEPHO3HIIHOHHOMY POCTY MOTJIa
OBITH BOCTpeOOBaHA MPU MOCTPOCHHUH IIUTA Pa3HOOOpa3HOW (B TOM HUHCIE CIIOMXKHOM)
KOH(HUTYpaIiu.

Wzydenne nporeccos popmMooOpa3oBaHus B HAPYKHOM CKEJIETE Pa3HBIX BUOB
KOCTHOITAHITUPHBIX OCCUEIIIOCTHBIX ITO3BOJIHIIO HAM BBIJICJINT JIBA THIIA BEPTHKAJIBEHOTO
pocra (yTONIIEHHS) TBEPABIX IOKPOBOB — YHHUIIOJSPHBIA W OWMIIONSPHBIN POCT
ak3ockeneTa (Afanassieva, 2004a). [Ipun yHUDOISIPHOM pocTe MEPBHIMU B OHTOTEHE3E
OCTEOCTPAKOB 3aKJaJIbIBAJINCh JCHTHUHOBBIE CTPYKTYpPbl TOBEPXHOCTHOI'O CJIOSI C
JIATbHEHIIINM pa3BUTHEM JK30CKeseTa B 0a3aJibHOM HarpaBlieHHH. [Ipu OumosspHoM
POCTE YTOJIIEHHE IIUTA IIPOUCXOJMIIO B ABYX IIPOTHUBOIOJIOKHBIX HAIlPAaBICHHUAX 32
cueT (OPMUPOBAHNUS MOCIEAYIONNX TeHEePaLUil IEHTHHA B alIMKaJIbHOM HaIlpaBICHUH
M HAapacTaHMs KOCTHBIX TKaHEH JJaAMHHAapHOro cios Oas3asbHO. Takum oOpa3om, mpu
cpaBHeHue manumpeid Thyestes verrucosus, HaXOASIIMXCS HA Pa3JIMYHBIX CTaIUAX
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pa3BUTHS BBISBIICHO IOCIENOBaTeIbHOE (OPMUPOBAHUE PAa3HOPA3MEPHBIX OyTrOpKOB
Ha TIOBEPXHOCTH DK30CKEJeTa B TOPU30HTAJIBHON IJIOCKOCTH C MOCTENEHHBIM
YTOJIIEHUEM 3K30CKeNeTa B 0a3ajbHOM HAINPABICHUH 32 CUET PA3BUTHS €r0 KOCTHBIX
CJIOEB, T.€. YHUIIOJISIPHBIN POCT HApY>KHBIX IOKPOBOB, XapAaKTEPHBIN, HAIPUMED, IS
TpeMaTacmuIHbIX OCTeoCTpakoB (momoTpsan Tremataspidoidei, mo AdanacheBoH,
1991). Tak, nnsa BumoB poma Tremataspis mam Dartmuthia gemmifera Patten, 1931
THITIYHO Pa3BUTHE HK30CKeNeTa B 0a3albHOM HAIPaBIICHUH (YTOJNIICHNE) HA BCEH MITH
0ol YaCTH MOBEPXHOCTH KOHCOIHAUpoBaHHOro muTa. J{is Paraungulaspis arctoa
u Reticulaspis menneri, kak ObUTIO TIOKa3aHO BEIIIE, XaPAKTEPECH CyNEPIO3HITHOHHBIH
pOCT DK30CKeNeTa, YTOJIIEHHE MaHIHUPS y HUX IPOUCXOAMIIO MO OWMOISIpHOMY
tuny. Hamm wuccnenoBanust (AdanacbeBa, 2011; Afanassieva, 2014) mnoxazanwy,
YTO TIOCHEeIHUH croco0 o0pa3oBaHMs HSK30CKeleTa ObUI Topaszio Oosee MIHUPOKO
pacrpocTpaHeH y 0CTE0CTPAaKOB, UM ITO MpeJIoiaraiochk panee. Mbl rojaraem, 4To,
IIPU BCEM pa3zHOOOpa3vH CKYJBITYPhl HAPYKHOTO CKEJIeTa, BCTPEYAIOMIEMCsl B 9TOU
rpynie naHIUPHBIX OECUENIOCTHBIX, B KaXJI0W (DHUIIETHYECKOW JIMHUH OCTEOCTPAKOB
pean3oBaIcs MPEUMYIIECTBEHHO OIMH KOHKPETHBIH THIT MOp(OoreHe3a sKk30ckeseTa (B
JAHHOM KOHTEKCTE, YHU- HJIM OMTOSPHBIN crIoco0 BEepTHKAIBHOTO pocTa). Kommiekce
MOP(}OJIOrHYECKUX MPU3HAKOB, TUNUYHBINA 1uid Thyestes verrucosus, XapakTepusyer
ero Kak MPeCTaBUTENs TPEMaTaCIUION THBIX OCTeOCTpaKkoB. MMeromasics B HacTosIee
Bpemst mH(popmanus o Paraungulaspis arctoa u Reticulaspis menneri He MO3BONSCT
OTHECTH MX K KaKOH-THOO0 M3BECTHOU MOATPYIIIIE OCTEOCTPaKoB. [loiydeHHbIC JaHHbBIC
110 TOHKOMY CTPOCHHIO 3K30cKkeseTa y Thyestes verrucosus, a Taxxe y Paraungulaspis
arctoa m Reticulaspis menneri, CBUIETENBCTBYIOT B I0JIb3y TOTO, YTO 3TH TaKCOHBI
SIBJISIFOTCSL TIPEJICTABUTEISIMU PA3IMUHBIX (DHUIIETHYECKHX BETBEH OCTEOCTPAKOB, IS
Ka)KJI0M 13 KOTOPBIX XapaKTepeH 0CoO0bIi crocob GpopMUpoBaHUS TBEPIX TOKPOBOB.

B TJ1aBC IMpoaHaJIn3uPOBAaHbBI UMCIOILIIUCCA JaHHBbIC 1o TOHKOMY
CTPOCHHIO Hapy)XHOTO CKeJeTa Y OCTEOCTPAKOB C TECCEPUPOBAHHBIM, YACTHUYHO
KOHCOJIUJAUPOBAHHBIM, KOHCOJIUJIUPOBAHHBIM THIIOM naHunpef/'I n  OpEeaIOKCHBI
BO3MOXHBIE CMOCOOBI UX (opMupoBaHUs. Tak, Ype3BbIYAHO WHPOPMATUBHBIM M
MOJIC3HBIM JUISL BBISBIICHUS 3aKOHOMEpHOCTEH MopdoreHeza TBEpABIX IIOKPOBOB
SBISICTCA MaTepual 110 HApY)XHOMY CKEJETy BHJIOB BEPXHECHIYPHICKOTO
poma Dartmuthia. OH mO3BONSAET NPOCICTUTH IEPEXOAHBIE COCTOSHUS MEXKIY
CKYJBIITYPHBIMH DJIEMEHTAMH B Hapy)KHOM CKeJleTe Yy OJHOW 0COOM OIHOr0 BH[A
BCJIEACTBUE CYIIECTBOBAHMS CKYJBITYPHl Pa3iIMYHOIO THIA KaK Ha JOPCAJIbHOM,
TaKk M Ha BEHTPAJBHOW CTOPOHAX MIMTAa W OOJBLIOrO Pa3HOOOpa3usi UMEIOLIMXCS
CKYJIBIITYPHBIX 3JIEMEHTOB Ha JIOPCAJIbHOIM cTOpoHe muTa. Ha nopcanbHOit cTtopone
YIJTMHEHHOTO 1 0€3pOroro rojoBoTyI0BUITHOTO muta Dartmuthia gemmifera pa3sutsr
OTHOCHUTEJIBHO KpYIIHbIe OYTOpKH, PACIHOJIOKEHHBIC JIMHEHHO BIOJb JOPCAIBHOIO
rpe6us. [To Ookam oT nopcaiibHOro rpe0OHs pa3MelieHbl TPU MMapHbBIX psjia Oyropkos
MPUOJIM3UTENBHO TOrO K€ pa3mepa. MexJy HHUMH pPAacIOJOKEeHbI YIUIONCHHbIC
Teccepbl, OOBIYHO JIMIICHHbIC NEHTHHA W LEIUKOM COCTOSIIME M3 KOCTHOH TKaHH
cpennero cios. Cpenn HHX pa3OpocaHBI EHTHHOBBIE OyTOPKH, pa3Mepbl KOTOPBIX
BapbUPYIOT OT MEIKUX IO OTHOCHTEIBHO KPYIMHBIX. KpyIHbIe MPUMBIKAIOIIHE PYyT K
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JIpyry OyrOpKH, TOJIIMHA ITOBEPXHOCTHOI'O CJIOSI B KOTOPBIX MOXeT mpeBbimarh 100
MKM, pa3MelIeHbl BIOJIb OOkoBoro kpas mmuta D. gemmifera (Marss, Afanassieva,
Blom, 2014, ¢ur. 13D), oOpa3ys MoiiHOe OOKOBOE pedpo KECTKOCTH KOHCTPYKIUH.
Takum o0Opa3oM, Ha MOBEPXHOCTH JOPCATBHOM CTOPOHBI IIUTa OJHON 0cOOM 3TOTO
BUJIa MOKHO HaliTH CKYJIBITYpPHBIE 3JIEMEHTHI, IPEACTABISAIOIINE COO0H nepexoonulil
pA0 OT TIAAKOW YIUIOMEHHOH Teccephl, MOTHOCTHIO JIMIIEHHOH IOBEPXHOCTHOTO
JEHTHHOBOTO CJIOS, 10 KPYITHOTO OyropKa ¢ XOPOIIO Pa3BUTON TKaHBIO ME30JICHTHHA U
9HaMenon1a. DTOT (PEHOMEH MOKa3bIBAET, UYTO B JAHHOW TPYTINE PAHHHUX TTO3BOHOYHBIX
CYIIECTBOBAJIM MEXaHU3Mbl MOpQOreHe3a, IO3BOJIAIOMNE HE TOJIBKO YCHEITHO
KOHCTPYHPOBATh PA3JINIHBIEC THITHI MAHIIUPEH, HO ¥ TOHKO MOJICIMPOBATh KOHKPETHYIO
¢dopmy mmuTa, MPOSBIISAS KOHCTPYKTHBHBIC BO3MOXKHOCTH 32 CUET M3MEHEHUS (HOpMBI
9JEMEHTOB M IUIACTUYHOCTH TUCTOXAPAaKTEPUCTUK SK30CKeIeTa MpU MOCTPOCHUH
HaHIUPS ONPEIEeICHHOr0 THIIA B IIPe/ieslaX OHOI 0cOOH OAHOTO BUA.

Pacnonoxenue CcTpykTyp B Odk3ockenere D. gemmifera mo3Bomser
MMPEANOJIOKNUTh, YTO B OHTOI'CHE3C Yy 3TOTr0 BHUJA NEPBBIMU 3aKJaJbIBaJIUCh CaMbIC
KpyIHBIE IEHTHHOBBIE OyTOPKH, pa3MeIIeHHbIe 10 OOKOBOMY Kpalo MHTAa U 10 pedpam
JKECTKOCTH JIOpCallbHOM CTOpOHBI muTa. [lo Mepe pocta HHAMBHAYyYMa MEKIY
HNEPBUYHBIME OyropKaMH IOPCaJIbHOW CTOPOHBI BO3HMUKAIN CIEIYIOIIUE I'€HEPALNN
OTHOCHTEJIBHO Oojlee MEIKHX JEHTHHOBBIX Oyropko. IlocienHumMm B OHTOTreHe3e
MOSIBIISITNCH  YIIJIOIICHHBIE KOCTHBIE TECCEphbl, OCCH(PHKANNS KOTOPBIX IPOXOJHIIA
BHYTPH MSTKHUX TKaHEHl ITOKPOBOB, B KOTOPBIX OHHM HPHIKU3HEHHO HAXOIMJINCH.
OTHocuTenbHas OAHOPOAHOCTh CTPOEHHS IIOJIMTOHOB  BEHTPAJIBHOW  CTOpPOH
YKa3bIBae€T Ha BO3MOXKHYIO CHHXPOHHOCTh BO3HMKHOBEHHS JITHX JJIEMEHTOB (TIpH
9TOM Ba)KHO OTCYTCTBHME Yy HUX KPAaeBBIX 30H pocTa). MOXKHO NMPEANON0KUTh, YTO HA
YIJIOIIEHHOW BEHTPaIbHON CTOPOHE IINTA MOJUTOHAIBHBIE IEMEHTHI 3aKJ1a/{bIBAJIUCh
OJHOBPEMECHHO IMTPU OTHOCUTCIILHO IMOJTHOM PAa3BUTUU NAHIUPA, TOr'1a KaK YAJIMHCHHBIC
N OTHOCUTCIIBHO YTOJIIIICHHBIC 6yF0pKI/I IO Kpasam BeHTpaJ’ILHOﬁ CTOPOHBI HIUTAa MOTJIN
3aKJ1a/(bIBATHCS HA ropa3zio 0ojiee paHHEH CTaJuu OHTOT€HETHUECKOTO Pa3BUTHSI.

I'naBa 4. Pa3zBuTne 3k30CKe/IeTa 0CTEOCTPAKOB B (hujI0reHese

Haubosnee apeBHHME OCTAaTKH MpeanojaracMbix MMo3BoHOYHBIX (Vertebrata)
M3BECTHBI U3 PAaHHEr0 KEMOPHSI, OIHAKO MEPBbIE JIOCTOBEPHbIC CBEJICHHUS O BepTedpaTax
C MUHEPAJIN30BAHHBIM HAPYKHBIM CKEJICTOM MOJTYYEHBI U3 OPHOBUKCKHUX OTIOXKCHHM
(UBanoB, Uepemanos, 2004; Sansom, Davies, Coates et al., 2012; Zigaite, Blieck, 2013;
Sansom, Randle, Donoghue, 2015). B opnoBuKke U cHitype Cpean paHHUX TO3BOHOYHBIX
JOMUHHUPYIOT OCCUYCIIOCTHBIC, IPH 3TOM OPJOBUKCKHE TAKCOHBI PACIIPOCTPAHCHBI B
MPUOPEIKHO-MOPCKUX (haIUsAX, TOrNa KaK CHIYPHICKHE XapaKTEPHBI I MOPCKHX
SMUKOHTHHEHTAJIbHBIX IIEIb(OB, SIBISAACH IOJIC3HBIMA OHOCTpATUTPAGUUSCKUMHU
MHIMKATOpPAMH W HAJeKHBIMH MapKepaMHu MaJeOKOHTHHEHTAIBHBIX OKpauH (Zigaite,
Blieck, 2013). Hapy>kHbIii CKeNleT paHHUX TIO3BOHOYHBIX IMEET pa3HOOOPa3HOE CTPOCHUE 1
claraeTcsi Kak U3 MEJKHX COCTaBISIONIMX (YEIyH, TeCCepbl), TAK U MaKpOJIEMEHTOB
(m1acTUHBL, IMUTHI). B OpAOBHKE HAXOAKM MO3BOHOYHBIX PEIKH, U, KaK IMPABHUIIO,
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NpeacTaBieHbl MenkuMu (pparmertamu. Crnenyer 0co00 OTMETHTH, YTO B MOCIETHEE
BpeMsl HaKaIUIMBaeTcsl Bce Ooiblie MH(OPMALIMH 110 OCTaTKaM OeClaHMPHBIX PAaHHUX
[I03BOHOYHBIX U COBPEMEHHBIM UM T'pYIIIIaM X0pAoBbIX (0030p cM. Janvier, 2015).

CrpykTypH3anus MeTabOJINYEeCKUX MPOLECCOB, CBA3aHHBIX C 00pa3oBaHUEM
Hapy>KHOTO CKeJeTa y PaHHUX IO3BOHOYHBIX, YXOIUT CBOMMHU KOPHSIMHU B Hadaso
KeMOpus 1, BO3MOXKHO, B emie Ooiee parnHee Bpems. OHa IPOUCXOIMIIA MapaiJIeIbHO
C TIOJO0OHBIMH MPOIECCAMH Y IPYTHX TPYIIT OPraHU3MOB CKEJIETHON (ayHBI paHHETO
I1aJ1€03051 B YCIOBUSX, XapaKTEPHBIX /ISl yKa3aHHOTO BpeMeHHU. Pa3BuTne OHOTHI OBIIIO
HETIOCPE/ICTBEHHO CBSA3aHO C OKCHUTeHHU3aIel arMocdepsl MIaHeThl U B 3HAYUTEIbHON
CTENEHN OIpeNesyIoch KonndecTBOM Kucnopoga B Boxe (Poxnos, 2013). Tak,
ycuiIeHHue MeTaboyiu3Ma W JIBUTaTelbHOM aKTHBHOCTH, XapaKTEpHBIC IS IEPBBIX
YeJIIOCTHOPOTHIX, MAPKUPYIOT BEPOSTHOE MOBBIIIEHUE YPOBHs kucyiopoaa 1o 10-12% B
cuiype (Qu, Zhu, Zhao, 2010). YBenuueHne KHCIOPOIHOI COCTaBIISIONIEH B aTMochepe
3eMau OOYCIIOBMIJIO HE TOJIBKO PE3KHH pOCT pa3zHOOOpas3usi BOAHBIX OPraHHM3MOB,
HO, TaK)Ke, caMy BO3MOXXKHOCTb KOHCTPYHPOBAaHHs HApPY)KHBIX CKEJIETOB Y pPaHHHX
IIO3BOHOYHBIX.

B Tedenue paHHEro 1ajaeo30s8 OCHOBHBIMH I'PYIIAMH JAPEBHUX MO3BOHOUYHBIX
(B mX YmHcie, MAaHOIUPHBIMH OECUYENIOCTHBIMU) OBLIH «OMPOOOBaHBI» pazTUYHBIC
THUTIBI 3K30CKEJIETOB, OT MHKPOMEPHBIX (YEIIyH TEJIOJOHTOB) M ME30MEPHBIX
(TYJOBHMILHBIE TJIACTHHBI TE€TEPOCTPAKOB, AaHACHHUA) IO MAKPOMEPHBIX (MaHIMPH
reTepocTpaKoB) (Kiaccu(uKanus pa3MEpHOCTH JIEMEHTOB HAPYXKHBIX CKEJICTOB JaHa
mo DOpeury: @rvig, 1951). Ocobo OTMETHM, YTO B JK30CKEICTE KOCTHOMAHITUPHBIX
6ecuemtocTHbIX (Ostestraci) mpeacTaBiIeHbl AJIEMEHTHl BCEX Pa3MEPHBIX KIJIAcCoB, a
MMEHHO, MUKpPOMEpHBIE (MEJIKHE Yelryn r'MOKOW 4acTh IUIABHUKOB M POTOKabepHOU
007acTH), ME30MEpHBIC (YCIIyH TYJIOBHINA U IUIACTHHBI POTOXKAOCPHOW 007acTH) W
MaKpoMepHbIe (TOJOBOTYJIOBUIIHBIC IIUTHI), KOTOPBIE HECYT Ha CBOEH MOBEPXHOCTH
pazHOOOPa3HYyI0 CKYJNBITYPY M HMEIOT pa3IM4YHOE THUCTOJIOIHYECKOE CTPOCHHUE.
ITomo6HOE pa3zHooOpasue, Kak B pa3Mepax dJIEMEHTOB, TaK U B XapaKTEPHOU I HUX
CKYJIBIITYPE ¥ TUCTOXaPAKTEPUCTUKAX, TIO3BOJISACT, C HALIIEH TOYKU 3PEHHU S, TPOCIEANTD
TEHACHIIUN PA3BUTHUS HAPY)KHOTO CKEJIeTa B OTJCIBHBIX BETBSIX JAHHOH TPYIIIEI
pPaHHHX TTO3BOHOTHBIX.

B nacrosimee Bpemsi OOLICTIPUHSITO, YTO OCTEOCTPAKH MPEACTABIAIOT COOOH
MOHO(DMIIETHYECKYIO IPYIIy PaHHHUX BepTeOpart. B mosib3y 0HOTO HCXOTHOTO CTBOJIA
CBHUJICTEIIBCTBYET, MPEKJEC BCEro, €IAMHBIH M OYEeHb CBOCOOpa3HBINH IUIAH CTPOCHHS,
OTIIMYAIONINH OCTEOCTPAKOB OT APYTUX TPYIIIT OECUETIOCTHBIX U PHIO: HATMYHE TPHAIBI
cneunprUecKuX OpraHoB (JopcalibHble MEIUAIbHOE U JIaTepasIbHbIC 110JIs), B3ANMHOE
pacroyio)KeHUe U CTPOCHHE OpraHOB OpOMTO-HA30TMIIOPHU3HOTO KOMILIEKCA, HAIUYUE
MHOTHX Hap >Ka0epHBbIX OTBEPCTHUH M MX pacroiioxeHue u ap. (Adanaceea, 1991,
2004). MoHO(UINIO OCTEOCTPAKOB IMOJATBEPIKAAET TaKKe INyOWMHA Mapaiein3MOB
(Tarapunos, 1987), npuBoasimux K (GOPMHPOBAHUIO CXOHO aJalTHPOBAHHBIX (hopm
B SABHO pa3nuuHbIX ¢rmirernueckux auHUAX (Cephalaspis m Thyestes, Benneviaspis u
Parameteoraspis, Tremataspis u Tannuaspis).
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KocTHonmaHupHble OeCUeNOCTHBIE MPEACTaBISIOT COOOH TPYITy JIPEBHUX
MO3BOHOYHBIX, CBOEOOpa3Hass MOPQOJIOrus KOTOPBIX CBUICTEILCTBYET 00 0COOOM
MyTH B peajiu3alliy «arHaTHOT0» YPOBHs opranusanuu (Adanacsesa, 2004). M3yuenue
0COOCHHOCTEH CTPOEHHSI OCTEOCTPAKOB SIBISETCS HEOOXOAMMBIM UJISI MMOHUMAaHHUS
MPOIIECCOB CTAHOBJICHUsSI Pa3HOOOPA3HBIX MOPQPOJOTHICCKUX W (PU3NOJIOTHICCKUX
aJlanTanuil B 9BOJTIONMH NEPBUYHOBOIHBIX ITO3BOHOYHBIX. JJaHHBIE 1O OCTEOCTpaKaM
AKTHBHOTIPUBIEKAIOTCS IS HCCIIEI0BAHNU I ITPOOIEMBITIPONCXOK ACH U TIEITIOCTHOPOTHIX
W CBSI3aHHOHM C HEH mpoOsieMbl MOP(OIOTHIECKUX MEPECTPOCK «arHaTHOTO» YPOBHS
OpraHu3alii B «THATOCTOMHBI», & HIMEHHO, BOIIPOCOB BO3HUKHOBEHHSI YENIOCTEH 1
CBSI3aHHOTO C HUMU 03yOJIEHUs, TTOSIBICHUS MAPHBIX MJIABHUKOB, KaOCPHBIX MEIIKOB
IKTOACPMAIBHOrO mpoucxokaeHus u np. (Hosumkas, 1983, 1998, 2004; Hosurkas,
Kapararore-Tanumaa, 1986; Mallat, 1981; Reif, 1982; Janvier, 1985b, 1996).

B HacTosimIee BpeMsi JaHHbIe 00 HCXOHOM IpyIIe 0CTEOCTPAKOB YPE3BbIUAHO
MaJlouuciieHHbl. Tak, cieayeT OTMETHUTh OOHApYI)KEHHBIC OKOJO CTOJETHs Ha3aa B
opnoBukckux otioxenusix Harding Sandstone (Konopano, CILIA) MenkodparmeHTapHbie
OCTaTKM HK30CKeJeTa I03BOHOYHOIO, ompeaeieHHoro JleHucoHoMm kak ‘‘Vertebrate
Indeterminate A.” (Denison, 1967). 3Tu pparMeHTHI, MUKPOCTPOCHHE KOTOPBIX JIETAIBHO
ommmcano M.M. Cwmut (Smith, 1991), Ha OocHOBaHWHM NPUCYTCTBHS 3MaJICIOTOOHON
TKAaHH, ME30JICHTHHA M KOCTHON TKaHH B YK30CKEJIETe IIePBOHAYAIBHO OBLIN OTHECEHBI
K octeoctpakam (Sansom, M.P. Smith, M.M. Smith et al., 1995; M.M. Smith, Sansom,
M.P. Smith, 1995). ITonoOHast naeHTH(UKAIINSA HOCUT YCIOBHBIN XapaKTep, MOCKOIbKY
HE N3BECTHA HU OJTHA MAaKPOXapaKTEPUCTHKA )KHUBOTHOTO, KOTOPOMY IPHHAJIEXKAT 3TH
¢parmenThl. OTHAKO UMEHHO JUISI OCTEOCTPAKOB CPENIU APYTUX OCCUENIOCTHBIX (KaK U
JUTSL HEKOTOPBIX YEIFOCTHOPOTHIX TO3BOHOYHBIX) XapaKTEPHO HAJIMYHE ME30/ICHTHHA B
MOBEPXHOCTHOM CJIO€ 9K30CKeJIeTa U MPUCYTCTBHE KOCTHOW TKAHU B €T0 MOJICKAIINX
yacTsix. B janpHeiinieM, Ha OCHOBAaHMHU HCCIIEIOBAaHUSI HOBOTO MaTepuaia MU ero
CpaBHEHHUS ¢ MaTepuanioM JIeHHCcOoHa, UCKOTIaeMble OCTATKH ObLIN Mepeonucanbl M.M.
Cwmut u U. Cancomowm, ¢ BeiienieHHeM HoBoro poxa Skiichthys ¢ TunoBeiM Bujgom S.
halsteadi Smith et Sansom, 1997. Ha ocHoBanuu aHaan3a KOMITIEKCA THCTOJIOTMYECKHUX
npu3HakoB, Skiichthys OpuT oTHeceH WMH, TPEANOIOKHTENBbHO, K 0a3adbHBIM
YEIFOCTHOPOTHIM (BO3MOXHO, makogepmaM: Placodermi, akantomam: Acanthodii mam
K Hem3BecTHOM rpymme) (M.M. Smith, Sansom, 1997).

Cpenu ocTeocTpakoB IPYIION ¢ HANOOIBIINM KOJIHMYECTBOM IJIE3HOMOPHBIX
MPHU3HAKOB, KOTOpasi MOXET pACIeHMBAThCS Kak OJrpKalIias K aHIeCTPalbHOH, B
HacTosIIlee BpeMs CIEIyeT CUYMTaTh OE3pPOTHX TECCEPHPOBAHHBIX OCTEOCTPAKOB,
oObequHEeHHBIX Hamu (AdanackeBa, 2004) B momotpsn Ateleaspidoidei orpsina
Ateleaspidiformes. Jlo HenaBHero BpeMeHHM apxauuyHbld Ateleaspis OblT M3BECTEH
TOJIbKO M3 paHHero BeHsoka IlloTnannuu u Benioka — panHero jyioa Oslo Region,
Hopseruu, cunyp (Traquair, 1899; Ritchie, 1967, Heintz, 1969; Robertson, 1989; Marss,
Ritchi, 1998). B koHIue neBAHOCTBIX IOJ0B ABAALATOrO BEKA OCTATKU MPEICTaBHTEN
3TOTr0 poja OBIIM ONMMCAaHBl HaMHM TakKXe W3 JIOXKOBa (paHHHWH JEBOH) apXwHIiesiara
Ceepnas 3emis (AdanaceeBa, Kaparatore-Tammmaa, 1998), rme oH mpexacraBiser
c000¥ peTUKT Cpear THITMYHBIX IEBOHCKUX (hopM OecHentoCTHRIX U pBIO. B 9T0i cBs3H
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Ba)XHBIM ISl HOHMMaHUU (DUIIOreHe3a OCTEOCTPAKOB CTAJIO0 OOHApYKEHUE B Maa3UCKUX
CJIOSX SlarapaxycKoro ropu3oHTa (HHKHUI BeHok) 0. Caapemaa DcToHnU (parMeHTa
9K30CKeJIeTa 0CTe0CTpaka, OTHeceHHOro Hamu (Marss, Afanassieva, Blom, 2014) k poay
Ateleaspis, aumenHo Ateleaspis cf. Ateleaspistessellata Traquair, 1899. Takum 06pa3om, B
HacTosIee BpeMs Ateleaspis siBisieTcst Hanbouee ApeBHUM 00HAPYKEHHBIM (K MOMEHTY
HamucaHus paboThl) ocTeocTpakoM. OTHOCHTENTBHO ciabo CIeruaTn3upOBaHHEIC
Oe3porue aTeneacuc-mogo0HbIe GOPMBI TPU3HAIOTCS OONBITITHCTBOM HCCIIEI0BATEICH
HauOoyiee MPUMUTHBHBIMU B T'PYIIE OCTEOCTPAKOB. JIsi HUX THIMYHBI NMPH3HAKH,
orpeaesieMble Kak II1e3HoMOp(HBIE 1J151 KOCTHONAHLIUPHBIX 0€CYEIIOCTHBIX, 8 IMEHHO,
pa3BUTHIE I'PyIHBIC IJIABHUKH, JITMHHOE TYJIOBHUINE C OTHOCUTEIHHO KOPOTKHUM IITUTOM,
IIMPOKO paccTaBlICHHbIE (HE COJMKEHHBIE) OPOWTHI, ABa JOPCAJIbHBIX IUIABHUKA. Y
paHHHUX (OPM IK30CKEIET OBIIT YIKE XOPOIIO Pa3BHUT, a HA TOBEPXHOCTH TECCEPUPOBAHHOTO
IIUTa pa3MelleHbl T'eHepalM30BaHHbIe OKpyrible Oyropku. K rpynme Oesporux
OCTEOCTPAKOB TaK)Xe OTHOCAT Oosee mosauuit pox Hemicyclaspis, mist koroporo
TUIIWYEH KOHCOJMJUMPOBAHHBIA IIUT C TIAJKOM MOBEPXHOCTHhIO. JJisi MpOABUHYTHIX
6e3porux (popm, MpUHAIJISKAINX K ITOMY POy, ObLIIO XapaKTepHO CHIILHOE Pa3BUTHE
9K30CKeJIeTa U KOHCOIM AN TOJIOBOTYJIOBUIIHOTO IIUTA 338 CYET XOPOLIO Pa3BUTOTO
HENPEePBIBHOI'O NOBEPXHOCTHOTO CJIosi. COCTOSHUE DK30CKENIeTa I'OJIOBOTYJIOBUIIIHOTO
muTa y Aceraspis, ¢ €ro eHTpaTbHON 9acThi0, KOHCOIHAMPOBAHHON BOKPYT KU3HEHHO
Ba)XKHBIX OPraHOB (OPOHT, HA30TUIO(PH3HOTO OTBEPCTUS U MEIHAIBHOIO JOPCAIBLHOTO
OJIST), MOXKHO INPH3HATH MEPEXOIHBIM COCTOSHHEM MEXIy Pa3BUTHEM IJK30CKeNeTa
y Ateleaspis u Hemicyclaspis. M3moxxeHHbIe (paKkThl CBHAETEIBCTBYIOT O TOM, YTO B
¢uitorenese JaHHOW MOATPYIIBI KOCTHONAHIMPHBIX OECUEIIOCTHBIX IMPOHCXOINIIO
JlaJIbHEelIIee YCIOKHEHNE CTPOSHHSI DK30CKENeTa, 32 CYET PAa3BUTHUS IIOBEPXHOCTHOI'O
CJIOS, BKJIIOYEHHUS HMHTEP- M HMHTpaapeajbHbIX KaHAJOB IOJUTOHAIBHON CHCTEMBI
B TBEpJIbIe TKAHU MOKPOBOB, KOHCOJIMJAIMH T'OJOBOTYJIOBUIIIHOTO LIUTa M OOLIEro
YTOJIIEHUS DK30CcKeneTa. B To ke BpeMs (hopma rosioBOTyJIOBUIIIHOTO [IMTa 0CTABAJIACh
OTHOCHTEIBHO TIOCTOSHHOW, JJif TAKCOHOB JTOW TOATPYNIBI OBUI XapaKTepeH
MIOJTYOBAJIBHBII IIUT ¢ HU3KUM JIOPCOMEINAIBHBIM I'peOHEM.

OIHMMH W3 CcaMBIX JAPEBHUX CpeOd KOCTHOIIAHIMPHBIX OECYETIOCTHBIX
SBIISIIOTCS TaK)Ke OCTEOCTPAKH M3 OTIOKECHUI HMIKHETO CHIIypa (BEpXHHIl BEHJIOK)
OctoHnu. [0M0OBOTYIOBHIIHBIE IUTHI ATHX ocTeocTpakoB (Tremataspis, Saaremaaspis,
Oeselaspis, Aestiaspis, Thyestes, Witaaspis) UMEIOT pa3IU4HbIE OYEPTaHUS U JUIUHY, Y
HUX Pa3BHUTHI WUIM OTCYTCTBYIOT pora, HMEETCsl Pa3INdyHOE KOJIMYECTBO JIATepaTbHbBIX
1oJjiel, 3HAYMTENbHbIE pa3JIN4Ms HAOIIONAIOTCS TakXKe B CTPOCHUH Hapy>KHOT'O
ckenieTa (TUIE CKYJIBITYPbI, CTEIIEHU Pa3BUTHUS CIIOEB 9K30CKeJIeTa U KOHCOJIUAALNN
9K30CKEJIETHBIX TIACTHHOK), T. €. 3TH TAKCOHBI YK€ UMEIOT YepThl pa3HOHANPABICHHON
cnenuanuzanui. OOHAPYKCHHE KOCTHOMAHIIMPHBIX OCCUCITIOCTHBIX C pa3HOOOpa3HOU
Mop(ostorueil y)ke B HHXKHEM CHIIYpPE MOATBEPIKIACT IMPCAIMOIOKCHHS O TOM, YTO
HCXO/IHAs TPYIIIa OCTEOCTPAKOB MOIJIa CYIECTBOBATh MO KpaifHel mMepe B OpIOBHKE
(Obpyues, 1964; Adanacsena, 1991, 2004; Sansom, Randle, Donoghue, 2015) u nmets
c1a00KOHCOTUANPOBAHHBII MUKPO- i ME30OMEPHBIH HApyKHBIH CKENIeT.
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Puc. 6. Cxema (HUIOreHETHUECKUX OTHOIICHUI MOMOTPSIOB KOCTHOMAHIIMPHBIX

6ecuenrocTHEIX (Osteostraci).
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B ¢uiorenesze ocTeocTpakoB MOKHO HAMETHTh HECKOJIBKO OCHOBHBIX JINHUH
(puc. 6). Panee (Adanacnea, 1991, 2004) Ha ucciae0BaHHOM MaTepHalie (0CTeoCTpaKu
c Tepputopun Poccuum u compesienbHBIX CTpaH) ObUIM HaMEYEHbl KPYIHBIE
(utoreHeTHYECKHE BETBY, BbIIEIEHHbIE HAMU BKauecTBe oo Tpsi1oB: Tremataspidoidei,
Tannuaspidoidei, Cephalaspidoidei, Benneviaspidoidei, Scolenaspidoidei. ITogotpsiast
Tremataspidoidei m Tannuaspidoidei coctaBnsroT otpsan Tremataspidiformes, mogoTpsiza
Cephalaspidoidei — otpsan Cephalaspidiformes, momoTpsasl Benneviaspidoidei n
Scolenaspidoidei — otpsig Benneviaspidiformes.

OcreoctpakunonoTpsiga Tremataspidoideipaznensror Habop ciennpuaecKnx
MIPU3HAKOB, TAKWX KaK CXOAHAs MOJETh PACIIONIOKEHUsT HHPPaOpOUTAIBHOTO KaHasa
OokoBo# nunuu (ifc), MecTo pa3BeTBIEHMs KaHajia sel, OKOJO JlaTepanbHOro Mo,
HaJIMYWe IHHEaJbHON IUIACTHMHKH, TECHO COJM)KEHHOE paclojoXeHHe OpOuT wu
OpraHoB Ha30TUIO(PHU3HOr0 KOMILIEKCa, HeOObINE 10 IJIOMAAH, Y3KUE JIOPCATbHOE
U JatepajbHble nojs. CpaBHUTEIBHO HEOOIBIIOE YHCIIO TAKMX IPU3HAKOB KaK JIJTMHA,
(dbopma 1uTa, HAIMYKHEe U CTETIeHb PA3BUTH S POrOB (T.€. BO MHOTOM HOCSIIUX aIal THBHBII
XapakTep), KOTOPbIe MOTYT OBITh BBIJEICHBI I XapaKTEPUCTHKH BCETO MOXOTPsa,
MO-BUJINMOMY, SIBISIOTCA pe3yJlIbTaToM ObICTpoil sBomionuu Tremataspidoidei,
M3MEHHUBIIEH MHOTHE YepTHl MX BHEIIHEro cTpoeHus. B sBomronmu Tremataspidoidei
(xkax m B »BomonUK Bcell rpymmbl Osteostraci: O6pydeB, 1964) mpocnexmBaroTcs
JIBa OCHOBHBIX HAIIpaBJICHUs, MPUBOASIINEC K (OPMHPOBAHMIO NBYX, BBIICICHHBIX
HaMH, OCHOBHBIX MOP(OIKOJIOTMYECKHX THUIIOB CTPOCHHS: TpeMaTacHuc-IoI00HOTo
(mpencraButenn cemeiictBa Tremataspididae, Timanaspididae) u wnedanacmuc-
nogoOHoro (npyrme cemeiictBa 9Toi moxarpynmsl) (AdanaceeBa, 1991, 2004;
Afanassieva, 1992). C Hamieil TOYKU 3pEHUS, BaKHO OTMETUTh MEJIKHE a0COIIOTHEIC
pa3Mepsl MPaKTHYECKU BCEX TPEMATAaCIUIOMIHBIX OCTEOCTPAKOB, PE3KO OTIMYAIOIIUE
UX OT apXaW4HbIX aTeseacluI0NAHbIX (OpM. AHAIN3 HAKOIJICHHOIO K HACTOSIIEMY
BpEMEHHM MaTepuajia MOKa3blBAaeT, YTO /I CHJIYPHHCKOrO NHKa pa3HOo0Opasus
KOCTHOTIAHIIMPHBIX OECUYENIOCTHBIX, IPEACTABICHHBIX B 3TO BpPeMs B OCHOBHOM
TpeMaTacUJOMIHBIMH OCTEOCTPAKaMH, XapaKTepHa 3HAYMTENIbHAs BapHaOeIbHOCTD
B CTPOCHHMH 9K30CKeNeTa (B CKYJBITYPe M T'MCTOJIOTHH, TOJIIMHE MAHIUPS), a TAKKE
YMeHBIIIeHHEe aOCOMIOTHRIX pa3MepoB (MUHHUATIOPU3AINS) B OONBITHHCTBE MOATPYIII
(Tremataspididae, Thyestidae, Witaaspididae). ®opma TOIOBOTYIOBHIIHOTO IIHATA
OCTaBaJach IPH 3TOM OTHOCHTEIBHO CTAOMIIBHOM, [ OOJBLUIMHCTBA OCTEOCTPAKOB
6611 XapakTepeH nonyoBanbHbli (Procephalaspis, Thyestes, Witaaspis) win oBanbHBII
T (Tremataspis, Dartmuthia, Aestiaspis u ap.).

B mnonorpsn Tannuaspidoidei Bxomut ogHO cemeiictBo Tannuaspididae
Obruchev, 1964 ¢ pogom Tannuaspis (1, BoamoxHo, Tuvaspis). [IpencraBurenu 3Toro
MOAOTPsAIa YETKO OmInyarTces oT Tremataspidoidei OTCyTCTBHEM NHHEaJIbHOU
IJACTUHKH, YAAJCHHBIM OT OpPOMT Ha30TMIIOPHU3HBIM OTBEPCTHEM, 3HAUYUTEIBHO
Oosnee MIMPOKUMHU JIaTePAIbHBIMU HOISIMHU. [logoOHOe 00beqHEHHE ABYX HAa3BaHHBIX
rpynn B omuH oTpsix ([.B. OOpyueB, momuepkHyB abeppaHTHOCTH Tannuaspis,
obvexmHMN cemelicTBa Tremataspididae m Tannuaspididae B otpsane Tremataspidida:
O6pyues, 1964) mpoBoaUTCS B OCHOBHOM Ha OCHOBE BHEIIHErO CXONICTBa B (popme
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MIMTa W SIBISIETCS, O-BUJAMMOMY, UCKYCCTBEHHBIM (U, CIIEIOBATEIIBHO, BPEMEHHBIM).
OTMEUYEHHOE CXOJICTBO MOJKET HOCUTH Al TUBHBIN XapaKTep U SIBJIATHCS PE3yIbTaTOM
napaijie/ibHOW 3Boronuu 3TuX Tpynn (Afanassieva, Janvier, 1985). Omnako mis
BBISICHEHHSI 9THX BOIIPOCOB HEOOXOAMMBI HOBBIC TAHHBIE O CTPOCHUU TaHHYaCHUIHI,
MpEXae BCEro 00 WX BHYTPEHHEM CTPOSHHHM M O HEM3BECTHBIX B HACTOSIIEE BpeMs
TUCTOXapaKTEPUCTUKAX TBEPIBIX MOKPOBOB.

B HacTosimmee BpemMsi HMMeeTCS CPaBHUTEIBHO HEOONIBIIOE KOIMYECTBO
JMAHHBIX O CTPOSHUHW HAPYKHOTO cKkeiera octeocTpakoB rpymnmsl Cephalaspidoidei,
IUIsl KOTOPOH XapaKTEPHBI BETBAMIMECS y OPOMT KaHanmbl sel, OTCyTCTBHE WJIH
ciaboe pa3BUTHE NUHEAIbHOHN IUIACTUHKH, OTHOCHTEIBHO ylIaJeHHBIE JIpyT OT ApyTa
opOuTHI, OOBIYHO Y3KHE JlaTepasbHbIe MOJS, OJUTOOpAaHXHMATHBIA THI CTPOCHUS
opasioOpaHXUaJIbHON KaMepbl. AHaIIN3 HHPOPMAIMH, NOJTYYEHHON M0 UX IK30CKEIETy
B IpeAIIeCTBYOMIME rofsl (Stensid, 1927, 1932; Friman, Janvier, 1986) moka3siBaet, 4To
JUIS 3TOU TPYyIIIBl XapaKTEPEH XOPOLIO PAa3BUThIM KOHCOIUJUPOBAHHBINA JK30CKEIET,
MMEIOLINI TUITMYHOE JJIs OCTEOCTPAKOB CTPOEHHUE. Y OMHCaHHBIX (OPM ME30JEHTHH
MOBEPXHOCTHOTO JEHTHHOBOI'O CJIOSI CaraeT OTAEIbHbIE OyrOpKH MJIM CIIIOIIHYIO
CTIIAKEHHYIO TIOBEPXHOCTD INTA, KOCTHBIE CPEIHUN M 0a3ajbHBIN CIOM COCTABISAIOT
MOAJICKAIIAE TIIACTBI 3K30CKesNeTa. B  9K30CKelneTe XOpomo pas3BUTa CHCTEMA
MOJTUTOHAJIBHBIX KAHAJIOB, TPE/ICTABICHHBIX HHTEPAPEATbHBIMHA W HHTpaapealbHbBIMH
COCTaBIIAIOMMUMHE, Tak 9To y Mimetaspis hoeli u Pattenaspis whitei orn obpazyror
CIMHYI0 MEJKOSUeHcTyI0 ceTh. CpaBHeHHE aOCOJIOTHBIX Pa3MEpOB BBISBIISET
WX yBenuueHHe B (¢uioreHese mapamereopacnuaun (Parameteoraspis: menkuii P.
dobrovlensis u3 noxkxosa Ilononun, Ykpauna — ouens kpynseie P. gigas u P. lata u3
nparuena llInunbeprena, HopBerns) n OTHOCHUTENBHYIO CTa0MJIBHOCTH Pa3MEpOB Y
nedanacnuaua. Gopma roJoBOTYIOBUITHOTO IIUTA IPHU ITOM OCTAETCSl OTHOCUTEIHLHO
cTaOWIBHOW (IMPOKHUH MOJTYKPYTIIbIA IUT: Parameteoraspis; MOXyKpyTiablid — y3Kui
nonykpyribii mut: Cephalaspis, Pattenaspis, Mimetaspis).

B orpsn Benneviaspidiformes HamMu 0O0BEIWHEHBI IBE OOJIBIINE TPYIIIBI
JIEBOHCKHUX ocTeocTpakoB — Benneviaspidoidei u Scolenaspidoidei (Adanacnena,
1991, 2004), 171 KOTOPBIX XapaKTEPHBI TOJIOBOTYIOBHAIITHBIC IITUTHI OONBIION IO,
pasnuyHas UIMHA mMuTa (0OBIYHO 3HAYMTENbHAs y TO3THUX (OpM), YILTOMICHHAS
BEHTpaJbHAsl CTOPOHA MIWTA, PA3BUTHIE pora M TPyJHBIC IIABHUKH, OONBIINE IO
TUTOIA/IM JIATepaIbHbIE TI0JIS, 4aCTO 00pa3yIoNIie BEICTYIIBI U JIONACTH, a TAKXKE KaHaJl
ifc, mopxomsiuii K JarepalbHBIM IOJISIM M JAJIEKO OTCTOSIIUN OT HazorumnodusHon
oOacT.

JIunus pa3BUTHUSA OCTEOCTPAKOB, BhIAEIEHHAs B noAoTpsa Benneviaspidoidei,
IprBeja K TOSBJICHUIO B PAHHEM JIEBOHE BBICOKO CIIEIIMAIU3UPOBAHHBIX POJIOB, IS
KOTOPBIX OBbLIT XapaKTePEeH CHIILHO YIUJIOIIECHHBIN IOPCOBEHTPAIBHO KOPOTKHIl LIUT C
Pa3BUTBIMU TPYJHBIMU TUIABHUKAMH, OOLIMPHBIE, YACTO MMEIOIINE CIOKHYI0 (hopmy
JIopcabHOE U JaTepajbHbIC MOJIs, XOPOIIO pa3BUThIi pocTpyM (Boreaspis, Hoelaspis)
u pora (BropuuHo ytpaueHsl y Citharaspis u, Bo3moxHo, Hapilaspis), crimaxennas
CKYJBITYypa ILIUTA, MO-BHIMMOMY, XOPOIIO pa3BUTas MyCKyiarypa TyinoBuma. Ilo
HEKOTOPBIM M3 3TUX MPU3HAKOB (pa3BUTHIC pOra U IIAaBHUKH, CTIaKEHHAS CKYIBIITYpa
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IIMTa) OHU CXOAHBI C HEKOTOPBIMH HedanacnuIupOPMHBIMH OCTEOCTPAKAMHM, OJTHAKO
pPE3KO OTIIMYAIOTCS OT HUX TaKUMH TAaKCOHOMHYECKH BECOMBIMH INPH3HAKAMHM, KaK
MecTO BeTBJIEHHUs KaHana sel,, pacronoxenue kanajia ifc OoxoBoll nuHMM, pasmepsl
u Qopma aTepasbHBIX MOJICH, OOpa3yIOMX pa3BUTHIE 3aJHEOOKOBBIE JIONACTH.
CoOCTBEeHHO OEHHEBUACTIUIH/IBI OTIIMYAIOTCS OT medanacmuaudopM TakKe HATUHIUEM
KPYTHBIX TIOp Ha CIIaKeHHOW MOBEpXHOCTH maHuupsa. Hanbonee crienuann3npoBaHsl
Mo3JHHUE TpencTaBuTend Benneviaspididae, xapaktepusyrommecs dYpe3BBIYAHO
oOmupHBIMU TONsAMHU. M3BecTHBIC mpeacTaBuTenu cemelicTBa Boreaspididae mmenn
MaJible a0CONIOTHBIE pa3Mephl (JUTMHA IKTA 1-2 ¢M), B TO BpeMs KaK COCYIIECTBOBABIIHE
¢ HnMu Benneviaspididae mpuoOpenn pazMepsl, O1M3KHe K MAaKCUMAaJIbHBIM JUJIsL 9TOU
rpynnsl OecuenocTHeIX (Benneviaspis maxima, HYIOKHUH IparueH, JinHa murta 12,5
cM, mupuHa muta 30 cm).

Takum obOpazom, B momoTpsan Benneviaspidoidei BKIJIIOWEHBI CHIIBHO YIIJIO-
LICHHBIC JOPCOBEHTPAIBHO (DOPMBI C OOBIYHO HE Pa3BUTON MUHEAIBHON IJIACTUHKOM,
C KaHajoM sel,, BETBALIMMCA Ha MONIYTH K JlaTepajibHOMY ITOJII0 UM PAJOM C HUM,
HMeIoIIIe OPTOOPAHXUATHBIHM THII CTPOEHUS OpaIo0paHXUaIbHON KaMepbl, C PABHBIMU
[0 BEJMYMHE TUNO(GHU3HOM M Ha3aJdbHOW 4YaCTSIMM HA30TMIIO(PHU3HOTO OTBEPCTHS, C
IJIaZIKOM MOBEPXHOCTHIO IIUTA. B »BOMIOLMHN 3TOH I'PyNIBl BBISABICHA TCHIACHLHUS K
MCUE3HOBEHHIO PaJHaJIbHBIX KaHAJIOB M NMHMHEAIbHON IIacTUHKH. [IpoBeneHHOe HaMK
HCCIIEIOBAHUE CTPOCHHSI OCHHEBHACIHION/CH HA IPUMEpPE OTHOCHTEIBHO MO3THETO
Buna Benneviaspis zychi Afanassieva, 1989 (BepxHuii nmparues, [lomgonust) u cpaBHEHHE
€ro ¢ JpyruMu OCHHEBHACIIUIHMIAMHU II0Ka3ajo, YTO IS TO3JHUX IpeACTaBUTENICH
I'PYHIIBI XapaKTEPHO YBEIUYEHUE aOCOTIOTHBIX Pa3MEpPOB TOJOBOTYJIOBHIHOTO HIUTA
U ero JajipHenIIast KOHCOIUJaus (OTCYTCTBUE OTACIBHON MTMHEaIbHON TUIACTUHKH 1
pasMa’IbHBIX KaHAJOB, MPEJCTABICHHBIX Y PAHHUX TaKCOHOB), yBEJINYECHHUE IJIOIIAIH
JIOpPCaJIbHOTO M JIaTepajbHBIX I0JIeH, OTHOCHTEIbHOE pa3HooOpasue B pasmepax U
HaIPaBJICHHOCTH KOPHYaJIbHBIX BBIPOCTOB (BILJIOTH JI0 UX ITOJHOT'O OTCYTCTBHSI Y BUJIOB
poma Citharaspis). BMecte ¢ TeM, B [EJIOM ISl BCEH T'PYIIbl OCHHEBUACITHIOMIHBIX
ocreoctpakoB (m/oTp. Benneviaspidoidei) TunmmuHO OoJybIIOE pa3zHOOOpasue B
¢dopmMe M pasmepax TOJOBOTYJOBHINHBIX LIUTOB. Tak, €cIM AN IMPEACTaBUTENEH
cemeiictBa OeHHeBmacmunun (Benneviaspididae) Oplmm XapakTepHBI KpPYITHEIC
a0COIIOTHBIC pa3Mephl M MIMPOKHE IIUTHI C 3aKPYTICHHBIM TIEPETHUM KpaeM, TO IS
6opeacriunun (Boreaspididae) ObutH THITHYHBI METTKIE aOCOTIOTHEIC pa3Mephl U y3KHe
T'OJIOBOTYJIOBUIIIHBIE IUTHI C PA3BUTHIM POCTPYMOM; U Y T€X, U Y APYTHUX IK30CKEJET
ObUI OTHOCHTEJIBHO PEIYLHPOBaH, IPH 3TOM y OOpeactnuau ero Maias TOJIIMHA,
M0-BUAMMOMY, OblIa KOMIIEHCHPOBaHA 3HAYMTEIBHOM TOJILIMHON XOPOILO Pa3BUTOIO
sujockernera. Jlus abeppanTHbix Tauraspis, Severaspis u Hapilaspis u3 HuxHero
nesona CeBepHOit 3eMiti XapaKTepHbI YPE3BbIUARHO Pa3HOOOPA3HBIC OUCPTAHUS IIIUTA
(mapHbIe MepenHne OTPOCTKH, OAMHAPHBIM POCTPYM, 3aKPYTIICHHBIN MEepeIHU Kpaid,
COOTBETCTBEHHO; KOPHYaJIbHBIE BBIPOCTBI PAa3IMYHON JJIMHBI U HAIPABIECHHOCTH,
BILJIOTH JI0 X MMPAKTHYECKH ITOJTHOTO OTCYTCTBUSA y Hapilaspis) 1 OTHOCHTEIIBEHO METTKHE
pa3Mepsl, JaHHBIE O TOHKOM CTPOCHUH 9K30CKEIIETa 3TUX TAKCOHOB B HACTOSIIIEE BPEMSI
OTCYTCTBYIOT.
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B ¢uiorenese ocTeocTpakoB MHOTOUNCIICHHBIE OTBETBJICHUS Jlajia ellle OHa
M3 paccMaTpUBaeMbIX 311€Ch T'PYIIMN, BbIJEICHHAass HaMu B onoTpsia Scolenaspidoidei
(AdanacweBa, 1991). [list 5TUX OCTEOCTPAKOB XapaKTEPEH MACCHBHBIM, BBITYKJIbINA
JIOpCabHO MINT, pa3BUThIC pora (0OBIYHO HEUIMPOKHE W YTOJIICHHBIE) U TPYAHBIC
IUIAaBHUKY, pa3BUTAas IMHHeallbHas IJIACTUHKA, KPYIHBII JOpPCOMEAHaNbHBIN IpeOeHb,
OyTOPKH CpeIHUX — KPYITHBIX Pa3MEPOB B CKYJIBIITYpe IuTa. K 3TOH rpyIine OTHECEHBI
MHOTHE TOAONBCKHE (OPMBI, JOCTHUTABINHNE 3HAUMTENBHBIX pa3MepoB (Tegaspis,
Diademaspis, mauHa muTta — 10 25 cM), cpenaepasmeprbie (Ukrainaspis, niuuHa mmuTa
— okoinio 10 cMm) u cpaBHuTenbHO HekpymHble (Victoraspis, Stensiopelta, Zychaspis).
Iomotpsinm Scolenaspidoidei 0OBeNMHSIET TAKCOHBI C BETBSIIMMCS Ha TIOJOBHHE
MyTH K JaTepajbHOMY MOJIO KaHajoM sel, HMMerouue poToxabepHylo KaMmepy
OJIMTOOpPaHXMATHOTO TUIA CTPOEHUSI, HA30TUITOPHU3HOE OTBEPCTHE, THIIO(H3HAS YaCTh
KOTOPOr0 1O BEJIWYMHE IMPEBHIIACT HA3aJIbHYI0, HECKOJIBKO PAaCUIMPEHHBIE B CBOMX
MEepPEeIHNX YaCTsIX JIaTePaJIbHbIC MOJIsl, CKYJIBITYPY IIUTA B BHJIE KPYIHBIX PEOPHCTHIX
OyTrOpKOB.

CpaBHEeHHE MMEIONIMXCA JaHHBIX IIOKA3bIBAeT, 4TO IJIs IIpEeACTaBUTEICH
cemeiicTBa Scolenaspididae B drtorenese xapakTepHa OTHOCUTENbHAsI CTAOUIBLHOCTH
B aOCONIOTHBIX pa3Mepax TOJOBOTYJIOBHIIHOTO IIUTa (CPeaHUN pa3MEpHBIH Kiracc)
TIpU yBEIWYSHUHU pa3HOOOpasus B GpopMe U IIUHE KOPHYAJIBHBIX BEIPOCTOB (POTOB).
Taxk, cpenHepa3zMepHblii Victoraspis U3 BepxHero nparuena [lononun qeMoHCTpHpyeT
HauOoJiee JUIMHHBIE KOPHYaJIbHBIC BBIPOCTHI, U3BECTHBIC CPEOH OCTEOCTPakoB. Jlis
npeacTaBuTeneil cemelictBa Zenaspididae XapakTepHO YyBeIHUYCHHE aOCOIIOTHBIX
pa3MepoB IIUTAIPH COXPAHEHU N OTHOCUTEILHOT 0 pa3HO00pa3usi B (pOpME M ITTHE POTOB.
Jluist ponoB 3eHacnuan, U3BecTHHIX U3 Jioxkosa (Tegaspis, Diademaspis), xapakTepHbI
CpeaHHe-KPYITHbIE pa3Mepbl FOJIOBOTYJIOBUIIIHOTO IINTA, Y TO3AHUX MpeCTaBUTEICH
pona Zenaspis (Z. major, Z. podolica) u3 BepxHero nparueHa [1ogomuu muT 10CTUTaeT
HaunOoJiee KpyHHBIX aOCOJIOTHBIX Pa3MEpOB B JIAHHOI TMOAIPYIIE OCTEOCTPAKOB.
AHan3 UMEIOIIUXCS TAaHHBIX 110 9K30CcKeneTy Scolenaspidoidei moka3pIBaeT, 4TO M JJISI
pPaHHUX, U JUIA MO3JHUX POJIOB OCTEOCTPAKOB STOH I'PYMIIBI XapaKTepHa CKYJIBITYDA,
TIpeICTaBICHHAS pa3HOPa3MEePHBIMH (OOBITHO CPABHUTEIBHO KPYITHBIMH) OyTOpKaMu, 1
TECCEPUPOBAHHOCTH I'OJIOBOTYJIOBHIIHOTO IIUTA, BEIPAYKCHHAS y PAa3JIMYHBIX TAKCOHOB
B pa3HOil CTENeHU. Y TAKCOHOB CO CITIAKCHHOH MOBEPXHOCTBHIO MAHLUUPS M MEITKUMH
Oyropkamu (Hampumep, Zychaspis) TeccepupoBaHHOCTh MOXKET MPOSBIISITHCS JIUIIE B
TIOJIUTOHAIILHOCTH CPETHEr0 CJI0S 9K30CKeIeTa.

O TOHKOM CTPOEHHH IK30CKEIETa OCTEOCTPAKOB, IIPUHAIICKAIINX K TPYIITEe
Scolenaspidoidei, ©3BeCTHO CpaBHUTEIBHO HEMHOTO. J|aHHBIC 10 THUCTOJIOTUHU TBEPIBIX
MOKPOBOB HIDKHEIEBOHCKUX Zenaspis u3 BenukoOpuranun n Tegaspis u3 Hopserun
CBHJICTEJILCTBYIOT 00 YMEPEHHOM pa3BHTHM WX HApYIKHOTO CKEJIeTa, CIIOKEHHOIO
B OCHOBHOM KOCTHBIMHM TKaHSMH CpEIHEro M 0aszanbHOro cioeB. Bmecre c¢ Tem,
ClIelyeT OTMETHTb, YTO MX IK30CKENICT YKPEIUICH MHOTOYHCICHHBIMH MAacCHBHBIMH
Oyropkamu, pa3MEIICHHBIMH Ha IIOBEPXHOCTH T'OJOBOTYJIOBHUIHOTO INUTa H
CJIO)KEHHBIMH XOPOLIO Pa3BUTON ME30JCHTHHOBOH TKaHbO. OTCYTCTBHE JAQHHBIX IO
TOHKOMY CTPOCHHUIO Hapy>KHOTO ckeyieta y Oojee Mo3IHUX (HOpPM 3EHACHHION]I HeE
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I03BOJISIET IIPOBECTH CPABHEHUE HA JJAHHOM JTarle U3y4YeHUs TPYIIIbI, OHAKO CHUIIBHOE
pasBuTHe pebep KECTKOCTH TOJIOBOTYJIOBHIIHOIO IUTA (Ero YTOJIICHHBIX KPaeB M
POTOB, JIOPCOMEIUAILHOIO TPEOHS) CBUAETENBCTBYET O COXPAHEHHWU TEHJICHIIMH Ha
JlasibHeli1ee yKperjieHne KOHCTPYKIIMHK IUTa B (pUIIoreHese.

Jns Hanboltee paHHUX U3BECTHBIX OCTEOCTpakoB (Ateleaspis) MpoOUCXOMAIINX
W3 HIDKHETOo Ccuiypa (HWKHHHA BEHJIOK, sarapaxyckuii ropm3oHT) o. Caapemaa
n Motmammamm, w nans Hambonee mo3mHMX (Escuminaspis, Levesquaspis) — u3
BEpPXHEICBOHCKUX OTIOKEHUH arepmrerta Muryama (ppan, popmanus IcKyMHUHAK)
KgeOek, Kanana (Arsenault, Janvier, 1995) xapakrepeH X0opoIIo pa3BUTHII SK30CKEIET,
BBIpAXKEHHAsI TECCEPUPOBAHHOCTH TOJIOBOTYJIOBHIIIHOTO IMTA, HAMYHE CKYJIBITYPHI
n3 O6yropkoB (y Levesquaspis cKyJIbITypa IIOXO COXPAaHUIIACh, OTMEUYEHO BEPOSTHOE
MIPUCYTCTBHE MEJIKMX OyrOpKOB HAa BEHTPAIBHOW CTOPOHE LINUTa, 110 Janvier, Arsenault,
1996). OnHAaKO OTMEYEHHOE CXOJICTBO HOCHT TIOBEPXHOCTHBIH XapakTep, a CpaBHEHHE
TUCTOCTPYKTYP BbIABJIACT MNPUHIOUIIHAJIBHOC pPa3jIvuivue B CTPOCHUU HAPYIKHOI'O
ckenera. Y Ateleaspis Bce Tpu cJ0s, Clararoiipe 3K30CKEJIET, XOpPOUIO DPa3BHTBHI.
IToBepXHOCTHBIN CJOW MpenCTaBleH ME30JICHTHHOM, UMEIOIIUM TUIIMYHOE CTPOEHUE,
CpemHul CIIOH caraeTcsi KOCTHOM TKaHbO, BKIIOYAIOIIEH B C€0s TIOJOCTH OCTEOIIUTOB
(kyleTouHAss KOCTHAs TKaHbB), paJWalbHBIe KaHAJIBl B DK30CKENETE IPUCYTCTBYIOT,
HO pa3BUTHI YMEPEHHO, 0a3anbHBIN CIOH y Ne(hWHUTHUBHBIX 0cOOEH XOpOIIO Pa3BHUT.
VY Escuminaspis TpH CIIOsS, Clararomne SK30CKENeT, MMEIOT pPa3THYHYI0 CTCTICHb
pa3BuTus. [IOBepXHOCTHBIN CIOH XOPOIIO Pa3BUT B OYTrOpKax, CIOKEH ME30JJCHTHHOM
JBYX THIIOB CTPOCHHSI — MOBEPXHOCTHBIM MaJUIMAJIbHBIM M BHYTPEHHHM OCTEO-
Me30JIcHTHHOM (1o DpBury: Qrvig, 1958, 1967), T.e. B NpUIIOBEPXHOCTHBIX OT/EIaX
OyropKOB UMEET CTPOCHHUE OJIN3KOE K OPTOICHTHHY, & B LIEHTPAJIbHBIX — K OCTCOJACHTHHY.
KileTounast KOCTHast TKaHb CPEIHEr0 CJIOSI He pa3BUTa, 0]l OYrOpKaMH pacriojioKeHbI
MOIIHBIC MHOT'OCJIOMHBIE paauajibHBIC KaHallbl, OPraHu3yoNIUC TKaHHU KOTOPBIX
cjlaratoT OCHOBHYIO TOJIIIMHY Teccep WMTa. ba3albHbIN ClIOM AK30CKeneTa pa3BUT
CpaBHUTENBHO c1a00. TakuM 00pa3oM, COCTOSIHHE HapyKHOTO ckejieta Escuminaspis
HE SBISETCA PEKAMUTYIANHEH MPEANIeCTBYIONIETO COCTOSHHS JK30CKeleTa Yy
Ateleaspis, a KOHEUHBIN pe3yibTaT (2 KMEHHO, XOPOIIO Pa3BUTHIA HAPY KHBIN CKEIeT,
MIPEICTABICHHBIA TECCEPHUPOBAHHBIM IIHTOM, HMOKPHITHIM OYTOpPKaMH) y THX IBYX
(dbopM mocTHTaETCS pa3TUYHBIM 00pa30M, C IOMOIIBIO Pa3HOW CTETIEHU Pa3BUTHS CIOCB
9K30CKeJIeTa, HATMYHS WU OTCYTCTBHS €r0 KOHKPETHBIX CTPYKTYP, a TAaK)Ke TKaHEH,
MMEIONINX Pa3InYHbIE THCTOXapaKTEPUCTHKH.

B o6o6maromux paborax MociaeaHUX JeT (B TOM YHUCIE, C IPOBEICHHEM
OOLIMPHOr0 KJIAJUCTHYECKOro aHaim3a rpymmbl: Sansom, 2009a; Keating, Sansom,
Purnell, 2012), oTMeueHO CyIECTBOBAaHUE 3HAYUTEIBHOIO KOJIMYCCTBA MEPEXOMHBIX
COCTOSIHMM MEXJy HOArpYNIaMH OCTEOCTPAKOB, YTO, M0 MHEHMIO HCCIEOBATEINCH,
OCJIOJKHSIET B 3HAYUTEIILHONU CTEIEHU CUCTEMATHU3alUIO I'PYIIIIbI. ﬂeﬁCTBHTeHBHO, JJIsL
KOCTHOTAHI[UPHBIX OECUETIOCTHBIX XapaKTepHa O0JIbIIas JIaCTUYHOCTh MOp(doreHesa,
MIPOSABIISIONIASICSA, B TOM YHCJIE, B CYIIECTBOBAHIH PA3TUIHBIX KOH(PUTY Al IIUTOB U
TIEPEXOTHBIX COCTOSTHUHN MEX Ty HUMH. B 3T0#i CBSI3M, ¢ HaIIeH TOYKH 3peHH S, 0COOCHHO
Ba)KHOE 3HAUCHHE JIJIS 9TOU TPy TIITHI pAHHUX ITO3BOHOYHBIX TPHOOpETaeT UCTIONH30BAHIE
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B CHCTEMaTHYECKHX HeJsIX Oojee IOJHOro Habopa MPH3HAKOB, CBS3aHHBIX C
9K30CKEJIETOM OCTEOCTPAKOB, KACAIONIIUXCS, B TOM 4HCIe ero, MopdoreHesa, KOTOpbIid
He ObUT yuTeH B paboTax MpeecTBEeHHUKOB. Tak, Ha OCHOBaHUU IIPOBEACHHBIX HAMHU
WCCIIeIOBAaHNHN, MOJKHO 3aKJIIOYUTH, YTO, HECMOTPS Ha CyIIECTBYIOIIee pa3HooOpasue
CKYJNBITYPHl M THUCTOJIOTHMYECKOTO CTPOCHHUS, y OCTEOCTPAKOB KaxKJas KpyIlHas
(huneTmdeckas BETBb pa3BUBaja €IWHBIH MOP(HOTEHETHICCKII THI (TPEH/T) CTPOCHUS
JK30CKeNeTa (HalpuMmep, YHH- WM OWIONSPHYIO MOJENb BEPTHUKAIBHOTO POCTA),
KOTOPBIH, B CBOIO OYEpelb, MOT pEau30BaThCs OMPEACIICHHBIM Ha0OpOM (CIICKTPOM)
MPOSIBJICHUH.

Panee wamm ObuTO TpemsioKeHO Hamboiee  1enecooOpa3HBIM IS
OCTEOCTPAKOB MCIOJIB30BaTh B JIMArHO3aX TAKCOHOB PAa3HOrO pPaHTra OTHOCHUTEIHHO
MOJHBI KOMILJIEKC NPH3HAKOB, KAacaloOUIMXCs KaK BHEIIHEH, Tak W BHYTpPEHHEH
MOp(OJIOTHH, HA Pa3HBIX YPOBHAX 0000meHus (AdanaceeBa, 1991, 2004). Takum
00pa3om, CBS3M MEX]y IMOArPYIIIaMUi PEKOHCTPYUPYIOTCSl HE HAa OCHOBE OT/AENBHBIX
(MHOT/Ia PeAKO COXPAHSAIOUIUXCA) JAeTaliell CTPOeHHs, a Ha KOMILIEKCaX IPHU3HAKOB
9K30- M IHJOCKeJeTa, NAIONNX OTHOCHUTENBHO TOJHYI0 WH(OPMAIHUIO O CTPOCHHUH
’KuBoTHOTO. KpoMme TOro, B MaHHBIE KOMIUIEKCHI BBEICHBI THCTOXapPaKTEPHCTHKH,
OTpaKaloIIie OCOOCHHOCTH MHKPOCTPOCHHUS IK30CKeNeTa KOHKPETHBIX (opMm. DTO
JIeTaeT BOSMOJKHBIM COIIOCTaBJICHHWE W OIpeNelieHne pa3HOpPa3MEepHOTO HCKOIIaeMOTo
MaTeprana. OMBIT UCCIIEIOBAHUN TMOKA3bIBACT, YTO NAHHBIC KOMIIJICKCH MPH3HAKOB
YCIICIITHO HUCTONB3YIOTCSA IPH OINPENSICHUH MaTepHalia Mo MeIKO(pparMeHTapHBIM
OCTaTKaM CKeJeTa paHHHUX OeCUeTIOCTHBIX TO3BOHOUHBIX (AdaHackeBa, Msipcc, 1997,
2014; Afanassieva, 2000a; Mérss, Afanassieva, Blom, 2014).

Ha ocHOBaHWM TIIpOBEIEHHBIX HCCIEAOBAHUI NpEAJIaraeTcsi CIlIeayOLHi
CIUCOK CHCTEMAaTHUYECKOr0 COCTaBa OCTEOCTPAKOB, U3BECTHHIX ¢ TeppuTopuu Poccun
U COTIpEIeNIbHBIX CTpaH (MOHOTpadruecKoe OnucaHue TaKCOHOB cM. CucTeMaTruecKkas
4acTh, B [IpuiiokeHnn aucceprarum).

TTonkmacc Osteostraci
Otpsan Ateleaspidiformes
Tomotpsin Ateleaspididoidei
CemeiicTBo Ateleaspididae Traquair, 1899
Pon Ateleaspis Traquair, 1899
Ateleaspis cf. Ateleaspis tessellata Traquair, 1899
Ateleaspis sp.
Otpsn Tremataspidiformes
Monotpsn Tremataspidoidei
CewmeiicTBo Tremataspididae Woodward, 1891
IMoncemetictBo Tremataspidinae Woodward, 1891
Pon Tremataspis Schmidt, 1866
T. schmidti Rohon, 1892
T. mammillata Patten, 1931a
T. milleri Patten, 1931a
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T. rohoni Robertson, 1938a
T. obruchevi Afanassieva et Karatajtté-Talimaa, 1998
T. perforata Mérss, Afanassieva, Blom, 2014
Tremataspis sp.
TToncemeticTBo Dartmuthiinae Robertson, 1935
Pon Dartmuthia Patten, 1931a
D. gemmifera Patten, 1931a
D. procera Mirss, Afanassieva, Blom, 2014
Dartmuthia sp.
Pon Saaremaaspis Robertson, 1938a
S. mickwitzi (Rohon, 1892)
Saaremaaspis aff. S. mickwitzi (Rohon, 1892)
Pon Oeselaspis Robertson, 1935a
O. pustulata (Patten, 1931a)
Oeselaspis sp.
IoncemetictBo Aestiaspidinae Afanassieva, 1996
Pon Aestiaspis Janvier et Leliévre, 1994
A. viitaensis Janvier et Leliévre, 1994
Aestiaspis aff. A. viitaensis Janvier et Leliévre, 1994
? Aestiaspis viitaensis Janvier et Leliévre, 1994
? Aestiaspis sp.
IoncemetiicTBo incertae sedis
Pox Dobraspis Mark-Kurik et Janvier, 1997
D. uralensis Mark-Kurik et Janvier, 1997
CewmeiictBo Timanaspididae Obruchev in Kossovoi et Obruchev, 1962
Pon Timanaspis Obruchev in Kossovoi et Obruchev, 1962
T. kossovoii Obruchev in Kossovoi et Obruchev, 1962
CewmetiicTBo Thyestidaec Rohon, 1892
Pon Thyestes Eichwald, 1854
T. verrucosus Eichwald, 1854
Thyestes sp.
CewmeiicTBo Procephalaspididae Stensio, 1958
Pon Procephalaspis Denison, 1951a
P. oeselensis (Robertson, 1939a)
Procephalaspis aff. P. oeselensis (Robertson, 1939)
? Procephalaspis oeselensis (Robertson, 1939)
CewmeiicTBo Witaaspididae Afanassieva, 1991
Pon Witaaspis Robertson, 1939b
W. schrenkii (Pander, 1856)
CewmeiicTBo incertae sedis
Pon Septaspis Afanassieva, 2000
S. pectinata Afanassieva, 2000
Pon Tahulaspis Mérss, Afanassieva, Blom, 2014
T. ordinata Mirss, Afanassieva, Blom, 2014
T. praevia Mérss, Afanassieva, Blom, 2014
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Pon Eldaaspis Mérss, Afanassieva, Blom, 2014
E. miklii Mérss, Afanassieva, Blom, 2014
[onotpsia Tannuaspidoidei
CewmeiictBo Tannuaspididae Obruchev, 1964
Pon Tannuaspis Obruchev, 1956
T. levenkoi Obruchev, 1956
Tannuaspis cf. T. levenkoi Obruchev, 1956
Pon Tuvaspis Obruchev, 1956
T. margaritae Obruchev, 1956
Otpsn Cephalaspidiformes
[Mogotpsin Cephalaspidoidei
CemeiictBo Cephalaspididae Agassiz, 1843
Pon Mimetaspis Stensio, 1958
M. glazewskii Janvier, 1985
M. concordis Voichyshyn, 1994
Pon Pattenaspis Stensio, 1958
P. rogalai (Balabai, 1962)
CemeiictBo Parameteoraspididae Afanassieva, 1991
Pon Parameteoraspis (Janvier, 1981)
P. dobrovlensis Afanassieva, 1991
Order ?Cephalaspidiformes
CewmeiicTBo incertae sedis
Pon Meelaidaspis Mérss, Afanassieva, Blom, 2014
M. gennadii Mérss, Afanassieva, Blom, 2014
Pon Ohesaareaspis Mérss, Afanassieva, Blom, 2014
O. ponticulata Mirss, Afanassieva, Blom, 2014
Otpsn Benneviaspidiformes
[MTonorpsin Benneviaspidoidei
CewmeiicTBo Benneviaspididae Denison, 1951
Pon Benneviaspis Stensio, 1927
B. whitei Belles-Isles et Janvier, 1984
B. zychi Afanassieva, 1989
B. talimaae Afanassieva, 1990
B. urvantsevi Mark-Kurik et Janvier, 1995
Pon Citharaspis Afanassieva, 1989
C. polonica (Belles-Isles et Janvier, 1984)
C. junia Afanassieva, 1989
Pon Tauraspis Mark-Kurik et Janvier, 1995
T. rara Mark-Kurik et Janvier, 1995
Pon Hapilaspis Mark-Kurik et Janvier, 1995
H. apheles Mark-Kurik et Janvier, 1995
Pon Severaspis Mark-Kurik et Janvier, 1995
S. rostralis Mark-Kurik et Janvier, 1995
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[onotpsin Scolenaspidoidei
CewmeticTBo Scolenaspididae Afanassieva, 1991
Pon Zychaspis Janvier, 1985
Z. siemiradzkii Janvier, 1985
Z. granulata Voichyshyn, 1998
Z. concinna Voichyshyn et Solodkyi, 2004
Z. elegans (Balabai, 1962)
Zychaspis sp. 1
Pon Ukrainaspis Sansom, 2009
U. kozlowskii (Zych, 1937)
Pon Stensiopelta Denison, 1951
S. pustulata Janvier, 1985
Pon Victoraspis Carlsson et Blom, 2008
V. longicornualis Carlsson et Blom, 2008
Scolenaspididae incertae genus
“Cephalaspis” microlepidota Balabai, 1962
“Cephalaspis” djurinensis Balabai, 1962
CewmeticTBo Zenaspididae Stensid, 1958
Pon Zenaspis Lankester, 1870
Z. podolica (Balabai, 1962)
Z. major (Balabai, 1962)
Z. dzieduszyckii Voichyshyn, 2006
Z. kasymyri Voichyshyn, 2011
Pon Diademaspis Janvier,1985
D. stensioei Afanassieva, 1989
Pon Tegaspis Wangsjo, 1952
T. waengsjoei Belles-Isles et Janvier, 1984

Osteostraci incertae sedis

Pon Ilemoraspis Obruchev, 1961
L kirkinskayae Obruchev, 1961
Pon Reticulaspis Afanassieva et Karatajuté-Talimaa, 2013
R. menneri Afanassieva et Karatajuté-Talimaa, 2013
Pon Paraungulaspis Afanassieva et Karatajuté-Talimaa, 2013
P. arctoa (Afanassieva et Karatajiité-Talimaa, 1998)
Pon Nucleaspis Afanassieva et Karatajuté-Talimaa, 2013
N. unica Afanassieva et Karatajtté-Talimaa, 2013
Pon Balticaspis Lyarskaya, 1981
B. latvica Lyarskaya, 1981
Pon Afanassiaspis Otto et Laurin, 2001
A. porata Otto et Laurin, 2001
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I'maBa 5. MapkupoBanue MOpP(OreHeTHYECKHUX MPOLECcCOB
B HHTET'YMEHTE 0CTEeOCTPAKOB M OCHOBHbIE 3AKOHOMEPHOCTH
(¢opMupoBaHus 3K30cKeT€Ta Y PAHHUX MO3BOHOYHBIX

AHaIn3  CKYJNBOTYpPBl  HApyXKHOTO  CKeJeTa  OCTEOCTPakoB  (Kak
MaKpOCKYJBIITYPBI, TAaK 1 MUKpOpebeda) Mo3BOINI ycTaHOBUTH (Afanassieva, 2004b),
YTO C OJHOH CTOPOHBI, OHa MapKHpyeT Hpouecchl (GopMOoOOpa3OBaHHS TBEPIABIX
MIOKPOBOB, C JIPYyTOi CTOPOHBI, aJalnTHpOBaHa K BHELIHEH cpeie (depe3 ee mpsimMoe
BO3JCHCTBHE HA TKAHM 9K30CKeNieTa). PaziuuHble THIIBI MHKPOCKYJBITYpPBI (TOHKAs
pedpHUCTOCTh, MUKPOOYTOPKH, SIMKH, MUKPOOTBEPCTHS) CBSI3aHBI ¢ (pyHKIIMOHAIBHBIMH
O0COOCHHOCTSIMH  pelbedooOpasyIomMX CI0eB  JIK30CKedeTa  (IIOBEPXHOCTHOTO
JICHTUHOBOT'O U CPEJHEro KOCTHOI'0) M 3aJIeCTBOBAHBI B OCYIIECTBJICHHUU OOLIUX
MeTabOIMYECKUX MPOIECCOB B TKAHIX TTOKPOBOB Yy PAHHUX MO3BOHOYHBIX.

[Tpu nccrenoBaHNU I'UCTOJIOTMYECKOI0 CTPOSHHS IK30CKEIeTa OCTEOCTPAKOB
Ppa3HbIX BUJ0OB HaMHU OBLIIM BBISIBICHBI pas3jandyusa B (bopMe U TIOJIOKEHUM TMOJIOCTEH
KJICTOK OJOHTOHUMUTOB M PasMCIICHUN NCHTHUHOBBIX KaHAJbICB B TKaHW ME30JCHTUHA
TBEPABIX CTPYKTYp MHTETyMEHTa, a HIMEHHO, B Oyropkax u B ¢gparmMeHTax 00beMHOM
CeTH, pa3MEIIEHHBIX Ha MOBEPXHOCTHU I'OJIOBOTYJIOBUAITHBIX ITUTOB (AdaHacbea, 2016).

B 0 yropxaX THIMYHOrO CTPOCHHUS MOJOCTH KIETOK M COCAMHSIOMINE HX
KaHaJIbIbl UMEIOT (hOPMY M PACIIOJIOKCHUE, XapaKTepHOE U TKaHH ME30CHTHHA B
CTPYKTYpax HogoOHOoro Tuma (cM. riaaBy «Mop@omorus 3K30CKeIeTa 0CTEOCTPAKOBY).
Y uccnemoBannoro Hamu Reticulaspis menneri BepxHsAsS 4YacTh OyropkoB
TOJIOBOTYJIOBUIITHOTO IUTa IIPOHHU3aHA CETHhI0O TPYOOUYEK C PEIKMMH IOJOCTSIMH
OJJOHTOLIUTOB. B OTHOCHTENBHO KPYITHBIX OyTrOpKax 3K30CKeseTa y 3Toro Buja (puc. 7a)
JICHTUHOBBIE TPYOOUYKHM OTXOIAT OT TIOJIOCTEH KaHaJOB COCYJMCTOrO CIUICTCHHS,
pacIojiOKEHHOTO B IIGHTpEe Oyropka, ¥ pacxoisTcsi LEHTPOOEKHO K MOBEPXHOCTH
Oyropka, T.c. pa3MelieHbl paauanbHOo (puc. 8a). Ilojgoctu ogOHTOHMTOB OoJjce
MHOT'OYUCJICHHBI B HEHTPAJbHBIX YaCTAX 6yr0p1<a " pCAKHU B €ro NpHUIOBEPXHOCTHBIX
oraenax. JIEHTHHOBBIE KaHAJBLBI OOPa3ylOT MHOTOYUCICHHBIE aHACTOMO3BI H
CTaHOBATCS OoJiee Y3KMMH B IIPUIIOBEPXHOCTHBIX YaCTAX, IIe 00pa3yloT TOHKYIO CETh,
KOTOpast OTKPBIBAETCS HA IOBEPXHOCTH OyTropKa MUKPOOTBEPCTHIMH.

Juis 0o0BbeMHOMN ceTH, pacloNOKEHHOH Ha IIOBEPXHOCTU I'OJIOBOTY-
JOBHIIHOIO IUTa R. menneri, XapakTepHa y/UIMHEHHass (opMa MOJIOCTEH KJIETOK
U HUX pa3MEUIeHHE BJIOJb IPOAOJIBHON ocH TpyOuaToro snemenra cetu (puc. 70).
CoeuHSIOIINE UX JICHTHHOBBIC TPYOOUKH pa3MEeICHbI TaK JKe IPOI0IBHO, UX TUaMETpP 1
pacIoyoKeHNe CTAaHOBSITCSI CXOJIHBIM C TAKOBBIMU B THITMYHBIX OyTrOpKax JINIIb Y CAaMOM
MOBEPXHOCTH UCCIIEyeMOoro aieMenTa cetu. [lomooHoe nonoxkenue u Gpopma nosocrent
n pr60qu CBUACTCIILCTBYIOT O CYHICCTBOBAHUU MEXAaHUYCCKUX CHUJI HATAXKCHUA B
I1acte MSITKUX TKaHeH, (OpMHPOBABIIMX KECTKUE CTPYKTYPbl IIOKPOBOB (B JaHHOM
ciy4ae, 00beMHYIO JICHTHHOBYIO CETh IIOBEPXHOCTHOT'O CJIOS) B TIPOIIECCE OHTOTEHE3a.
Heo0XxonnumMo y4HuTHIBaTh, YTO HEKOTOPBIC MTOJIOCTH BHYTPH MCCIECIOBAHHOTO JIEMEHTA
MOTJIH OBITh BTOPUYHO H3MEHEHBI B PE3yJIbTaTe IeSTeIbHOCTH N1apa3uTOB [IPU HHBA3UH
HCCIIEyeMOro HCKolmaeMoro Matepuaina. OIHaKo ga)ke B 9TOM ciIydae, ¢ HaIlleH TOUYKH
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Puc. 7. BeprtukaneHple muIHQBl OSK30ckeneTa ImmuTa Reticulaspis menneri
Afanassieva et Karatajiité-Talimaa: a — uwepe3 Oyropok (9k3. IIMH 4766/30-1) (macmrtad —
10 mMkm); 6 — dvepe3 TpyOuaThiii ¢parment cern (3kx3. ITMH 4766/30-3) (macmtab —
5 mxm) (Adanacwesa, 2016).

Pnc. 8. CxeMBI pacnoyioxeHus TTOJIOCTeH OJOHTOIMTOB B CKYJIBITYPHBIX dJIEMEHTaX
9K30CKeJIeTa OCTEOCTPAKOB: @ — B Oyropke, 6 — B TpyOuatom ¢parmeHTe cetu (AdaHacbesa,
2016).

3pEHHUs, NMPOMU3OLUIO JIHUIIb H3MEHEHHE pPa3MEpOB MOJOCTEH (IIPENIOIOKHUTEIEHOE
YBEIWYCHHE), B TO BpeMs KaK B3aWMHAs OPHUCHTAIMS W IPHUONH3UTENbHAs (Gopma
MOJIOCTeH M TPyOOUYEK COXPAHHJIUCH, YTO IIO3BOJIICT C YBEPEHHOCTHIO CYAHTBH O
MPUKU3HCHHBIX HANIPSDKCHUAX BHYTPH TKaHei (puc. 80).

AHanu3 UMelolelcss HHPOPMaLuU, HAKOIUICHHONH K HACTOSILEMY BPEMEHH
(mpexnae Bcero COOCTBEHHBIE HCCIEIOBaHMS, a TaKKe JUTEpaTypHbIC JaHHBIE),
MO3BOJISIET MPE/IONIOKUTh, YTO MHOI000pasve B CTPOCHUHM HAPYXHOTO CKeJeTa
OCTEOCTPAKOB, KaK M BO3MOXHOCTh HOCTPOCHMSI NAHLIMPEH pa3inyHOro Tumna (B
TOM 4YHCJE€ W CIUTHBIX), JOCTHTaeTCsl INPEXJEe BCEro 3a cueT KOMOMHUPOBAHMS
TUIIOB TKAHCBBIX 3aKJIaJ0K HeHTHHOBOﬁ M KOCTHOM TKaHU U CHOCO6OB X pa3sBUTUA
(Adanacnesa, 2012).
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W3BecTHO, 4TO 00pa3oBaHMe ICHTHHA Y TO3BOHOYHBIX IPHYPOYEHO K I'PAHUIIE
aMUJIEpMUCa U JepMbl (KopuyMa). JeHTHHOBBIE CTPYKTYpbl 00pa3ylOTCsi B BEpPXHEM
KOpHYME IIEHTPOCTPEMHUTENLHO OT SMUACPMHUCA 110 HANIPABICHUIO K (POPMHUPYFOLITHUMCS
KOCTHBIM TKaHAM. J[J1s1 MOHMMaHUS IpouneccoB (GOPMUPOBAHUS TBEPABIX IOKPOBOB Y
JPEBHEHIINX MAHIUPHBIX OECUEITIOCTHBIX BOCIOJIB3YEMCSl TAKUMH T'€OMETPUUECKIMHU
MOHATHUSAMHU KaK TOYKA, JIMHUS M IUIOCKOCTH. [IpencTaBuM 3adaTKM JEHTHHOBBIX
CTPYKTYP Y OCTEOCTPAKOB B BUJE TOUKH (OyaymIuii 0yropox), THHIH (COOTBETCTBEHHO,
BaJIMK) UJIH MJIOCKOCTH (TTIaKast TOBEPXHOCTH) (puc. 9). 11 paccMOTpEeHHS TPOIIECCOB
(hopmooOpazoBaHMs B TPEXMEPHOM IPOCTPAHCTBE BBE/IEM ITapaMETP BPEMEHH.

Torma, onHoBpeMeHHas 3aknaznka (puc. 10a) ompeneneHHOro KOJIMYECTBa
OJIMHAKOBBIX TOYEK IpHUBENECT K (OPMHUPOBAHUIO CKYJIBITYPHI, COCTOSMICH U3
OJTHOPa3MEpHBIX JCHTHUHOBBIX OYrOpPKOB, 3aKjaJika OIpEJeNICHHOr0 KOJIMYecTBa
JUHUA — K (OpPMUPOBAHHMIO BAJIMKOB; a 3aKJaJKa IUIOCKOCTH — K (DOPMHUPOBAHMIO
TTIaKON JEHTUHOBOW MOBEpXHOCTH. KpoMe pacCMOTPEHHBIX MPOCTHIX CIy4aeB, TOUKU
W JIMHUM MOT'YT Pa3MeIIaThCsl Ha MIJIOCKOCTH C Pa3JIMYHOM IJIOTHOCTBIO, PABHOMEPHO
WM TPyNIaMu, yHOPsAJOYEHHO WM HeynopsiaoueHHo. llocienoBaTenpHas 3aKkiagka
JICHTHHA TI03BOJISICT OCYLIECTBISATh TOPU3OHTAIBHBIN POCT (yBETNUIEHUE a0COMIOTHBIX
pasMepoB 0cobM) W BEPTHKAJIBHBIM pPOCT (YTONIIEHHE MAHIMPSA) JK30CKEelIeTa B
OHTOTCHE3E.

lFopusouwTtTansHB U pocT(puc. lla) Pazmemenne TodedHbIX
3a4aTKOB JIGHTMHA B MATKHMX TKAaHAX Ha IUIOCKOCTH BOKDYT IEPBHYHOIO Oyropka
BE/IET K TOCTEIICHHOMY T'OPHU30HTAJBHOMY HAapacTaHUIO TBEPABIX TKAHEH MOKPOBOB
paavanbHO, B OT/AGNBHBIX HANPABICHUAX WIM LHUPKYJIApHO (paJuasbHBId HIIH
apea’bHbIi pocT). IlosiBIeHHE HOBBIX JIMHEHHBIX 3a4aTKOB JEHTHHOBBIX CTPYKTYP
MEX/y NMEePBUYHBIMU BaJIMKaMH I[TO3BOJISIET HApaIIMBaTh HAPYIXKHBIA CKEJIET B OJHOM
WJIU IBYX MPOTHUBOMOJIOKHBIX HATIPABICHUSAX MKy BajlukaMmu (PpOHTAIBHBIN POCT).
[TnockocTHAsl 3akiiajKa JAEHTHHOBOM TKaHU B MSITKMX MOKPOBAaX BOKPYT TEPBHYHON
TJTaJKOM TBEPAOH MOBEPXHOCTH (TJIACTHHBI) 00ECIeYHMBAET BO3MOXXHOCTH KPaeBOTO
pocTa KPYTMHBIX COCTABIISIIOIINX MAaHIHUPS (LHPKYM30HAIBHBIH POCT).

BeprtukxansHbB# pocrT(puc. 116). [TocnemoBarensHOe BEpTUKAIBHOE
pa3MelieHne TeHepaluil JeHTHHAa Ha IIOBEPXHOCTH INHTAa Yy OCTEOCTPaKOB
(Ha/sICTAaBOYHBIN MUIM CYTEPIO3UIMOHHBIM POCT) TO3BOJSET HAPANIUBATh TOJNIIHHY
9K30CKelleTa B OHTOICHE3€ HE TOJBKO B 0a3aJlbHOM HANpPAaBICHHUU 3a CUET PA3BUTHSA
KOCTHBIX CJI0€B (YHUIOJISIPHBIA POCT HaHIUPS), HO U B alTMKaJILHOM HAIIPABJICHUH, TO
€CTh OCYLIECTBISTH OMIOISIPHBIA POCT TBEP/BIX MOKPOBOB, 33 CUET HAPALTUBAHUS KaK
KOCTHBIX, TaK U JICHTHHOMIHBIX TKaHel (AdaHacheBa, 2012).

Kpome OCHOBHBIX THIOB B (OopMe 3aKJIaJOK ACHTHHA, y OCTEOCTPAKOB
OTIPEAETIAIOTCS UX MPOMEXYTOUHBIE cocTosiHuA (puc. 100). Tak, oTpe3ok (mepexoaHoe
COCTOSIHME «TOYKa — JIMHHMS = OTPE30K») IO3BOJISIET B IEPCIEKTHBE 00pa3oBaTh
yIJIMHEHHBIE JEHTUHOBBIE OYIOpPKHU WJIM pa3HOpa3MEpHBIE EHTUHOBBIE Baluku. CeTh
(mepexoHOEe COCTOSHHE «IMHHS — IUIOCKOCTh = CETb») B IEPCIEKTHUBE — MOPHCTas
MOBEPXHOCTh AEGHTHHOBOTO CJOSI AK30CKEJIeTa MM OOBEMHAas NEHTHHOBAs CETh Ha
MOBEPXHOCTH MaHIups. [ImacTnHa («TOUKa — TUIOCKOCTh = (pparMeHT IIIOCKOCTH WIIH
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Puc. 9. Cxema 6a30BBIX DIIEMEHTOB NOCTPOCHUS : Touka (1), muHus (2), I1ockocTh (3)
(Adanaceena, 2012).

Puc. 10. Cxema OCHOBHBIX (4) M NPOMEXYTOYHBIX (#) BapHAHTOB IIJIOCKOCTHOM
OpraHu3anuy 0a30BEIX 3JIEMEHTOB MOCTPOCHHS INPH OTHOBPEMEHHOH 3aKiIagke JEHTHHOBBIX
cTpYKTYp (Adanaceesa, 2012).

TUTACTHHAY), COOTBETCTBEHHO, — 0OJIee MIIM MeHee IHPOKast CrilayKeHHast MOBEPXHOCTh
JICHTUHOBBIX OYTOPKOB WJIM TJIaJKasi [MOBEPXHOCTh TECCEPhl W YEIIYH, MOKPBITAs
JCHTHHOM.

CoueTaHue yKa3aHHBIX BAPHAHTOB 3aKJAJO0K TKAHEH W THUIOB UX Pa3BUTHS
JaeT BO3MOXKHOCTH TOCTPOEHHUS Pa3HOOOPa3HBIX KOHCTPYKIMH ©  OOBACHSET
CyIlIeCTBOBaHI/Ie BCEX OIIMCAHHBIX B HACTOALICC BpeMH peﬂbe(bOB Ha HOBerHOCTI/I
9K30CKeJIETa OCTEOCTPAKOB.

C Hamedl TOYKH 3pEHHs, DK30CKEIET OCTEOCTPAKOB SBJACTCS XOPOILIEH
MOJIETBIO I JEMOHCTPAIMM 3aKOHOMEPHOCTEH MOpQOreHe3a TBEPABIX MOKPOBOB
Pa3IMYHBIX THIIOB y MMO3BOHOYHBIX JKUBOTHBIX. OTICIBHbBIC BAPHAHTHI TIPEIIOKEHHOM
CXEMBbI OBITH HEOMHOKPATHO 3aPETUCTPUPOBAHBI B MIPEAIICCTBYIOIINX UCCICIOBAHUIX
B BHJIC OITUCAHUM TBEPIBIX CTPYKTYP MOKPOBOB M MX Pa3BUTHs B OHTOTCHE3E, OJHAKO
B IEJIOCTHOM BHJE TOMOOHAs cXeMa Croco00B (OPMHUPOBAHHUS TBEPIABIX TIOKPOBOB
npuBefeHa BrepBble. [1000HBIA CHCTEMHBIN TOAXOJ JOMONHSIET ¥ pPa3BUBACT
CYIIECTBYIOIINE TEOPUH PA3BUTHsI MOKPOBOB, @ HUMEHHO, JICTUIOMOPUEBYIO TEOPHIO,
MPUHIUI JISTIMUHAINK, KOHIIEIIHIO OJOHTO/A, TEOPUIO0 OJOHTOMHOW PEryJsiiiuu
(Holmgren, 1940, Jarvik, 1959, Stensio, 1961, Orvig 1967, 1977, Reif, 1982) u obyieruaer
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Puc. 11. CriocoObl pa3BUTHSI TBEPABIX MOKPOBOB; @ — IMPU TOPU3OHTAIBEHOM POCTE:
apeasbublii (), dponransusiii (1), nupkymsonansuerii (I11) poct; 6 — mpu BepTHKaIEHOM pOCTE:
I — GumonsipHBI poCT, mepBas reHepaius JeHTHHA — OyropKH, BTopasi FeHepalus IeHTHHA —
ceTs, 11 — ynunonspusiii poct (Adanacnesa, 2012).

BOCIIPHSITHE TMOTOKa WH(POPMALMK TIO JAPEBHUM W COBPEMEHHBIM ITOKPOBHBIM
CTPYKTYypam.

3AK/IIOYEHUE

1. Ha ocHOBaHMH COOCTBEHHBIX HCCIICIOBAHUN M JIMTEPATYPHBIX JAHHBIX
M3y4YeHO U OMHCAHO CTPOCHHE HAPYIKHOTO CKEJIeTa OCTEOCTPAKOB, MPUHAJISKAIINX K
OCHOBHBIM IOATPYIIIaM KOCTHOIIAHLIUPHBIX OecuentocTHbIX (0Kos10 40 BUI0B, 27 pOJIOB,
14 cemeiicTB, 6 MOMOTPSAOB, 5 OTPsAAOB). [[puMEeHEHHE TOHKUX METOJUK (JIEKTPOHHAS
MUKPOCKOIIHSI, THCTOJIOTHYECKUE CPE3bI) TO3BOIIIIO JATh OMMICAHNE IeTaJIeH CTPOCHUS
9K30CKeJIeTa y MHOTHX TAaKCOHOB, IPOBEPHUTH JTUTEPATy PHBIC JaHHBIC U BBISBUTH HOBHIC
TUCTOXapPaKTCPUCTUKH.

Jloka3zaHO, YTO B DK30CKEIIETE HEKOTOPHIX OCTEOCTPAKOB IPHUCYTCTBYIOT
TeHepaluy ACHTHHA, T.C. Ui HUX XapaKTepeH CYIEPIIO3UIIMOHHBIH POCT HAPYKHOTO
CKeJleTa, ONMMCAaHHBIA B JIPYrHMX TpyIMIIax paHHUX I0O3BOHOYHBIX. Bompexn MHEHUIO
MPEIICCTBEHHNKOB, II0JIaralolieMy Ype3BbIUYAHHYI0 PEAKOCTh ITOr0 (EeHOMEHa Y
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0CTEOCTPAKOB, TIOKA3aHO €ro OPJMHAPHOE MIPUCYTCTBUE B psifie QUICTUICCKUX JINHUM.
BriepBbie yCTaHOBIIEHO, YTO Y OCTEOCTPAKOB JICHTHHOBBIC CTPYKTYpPbI pa3idM4HbIX
TumnoB (Oyropku, BaJMKH, CETH) MOIJIHM 3aKJIa/IbIBAThCsl HA MOBEPXHOCTH MAaHIMPS Kak
nepsu4HO (D)), Tak ¥ mpyu nocneayomux reaepanusax (D, ) mpu pocTe u perenepanuu
9K30CKEJIeTa.

BriepBele A7 KOCTHOMAHIMPHBIX ONMCAHBI OTIEYATKU 3IUIECPMAIBHBIX
KJIETOK Ha MOBEPXHOCTH 3K30ckenera (Tremataspis sp., JyII0B, BEpXHUI CHIIyp, O.
OxTa0pbcKoii peBoronn, apx. CeBepHas 3eMiIs), a TAk)Ke XapaKTepHBIA MUKpopenbed
B BHIe cyOmapamrensHbIXx wwim cxonsimuxcs BamukoB (Thyestes, Paraungulaspis,
Reticulaspis).

VYcTaHOBIICHO, YTO ISl OCTEOCTPAKOB XapaKTEepHa BHICOKAs IMIACTHYHOCTH
TUMWYHOM JUII HUX JCHTUHOUJHOW TKaHM — ME30JICHTHHA, KOTOPBIH MOXET ObITh
MIPEICTABICH KaK IUIOTHOM TKaHBIO C OTHOCHUTEIBHO PETYJSPHO PACIIOIOKEHHBIMU
crpykrypamu (Timanaspis, Escuminaspis), Tak ¥ pa3pbIXJICHHOH TKaHblO C
HPPETYJISIPHO paciioiokeHHbIMU nostocTssMu (Tremataspis, Dartmuthia) ¢ npaktuueckn
HETPEPHIBHBIM PsIOM NEPEXOAHBIX COCTOSIHUH Y Pa3IMUHBIX MPEICTaBUTENEH TPYIIIIBL.

JleTanbHbIE OINUCAHMS HK30CKEIETOB KOCTHOMAHIIMPHBIX OECUCIIOCTHBIX
pa3IMYHBIX BUAOB, CIEJIAHHBIC HA OCHOBE OPUTHHAIBHBIX U JINTEPATYPHBIX JaHHBIX,
CBUJICTENBCTBYIOT O eme OONbIIeM pasHOoOOpa3wuu CTPYKTYPHBIX THIIOB HApPy>KHBIX
MTOKPOBOB, CBOMCTBEHHBIX 3TOH I'pyIIe MO3BOHOYHBIX, YEM IIPEAINOIIArajoch paHee.
DK30CKEJIET OCTEOCTPAKOB XOPOIIO Pa3BHUT M CIOXKHO YCTPOEH, CKYJBHNTYpPHBIC
9JIEMEHTHI Ha €T'0 IIOBEPXHOCTH (KaK MaKpo-, TAaK U MUKpOpebe(h) UMEIOT pa3HOOOpa3Hoe
cTpoeHue. MccnenoBanue TOHKOTO CTPOEHUSI M THCTOJIOTHH 9K30CKEJIeTa Y Pas3HbIX
TaKCOHOB OCTEOCTPAKOB, B TOM YHCJIE M BHOBb OITMCAHHBIX, I0KAa3aJI0, YTO pa3HO0Opa3ue
B CTPOCHUU Hapy XHOT'O CKelleTa JOCTHTaJoCh 33 CUET PAa3IMYHON CTENEHU pa3BUTHS
cllararoluxX ero clioeB (IOBEPXHOCTHOTO JIGHTHHOBOI'O CJIOS, CPEJIHEro ryo4aroro
ciost U 0a3albHOrO JAMHUHAPHOIO CJIOS)), KOMOMHAIIMYU aJbTEPHATUBHBIX MPHU3HAKOB,
XapaKTePU3YIOIUX 3K30CKeNeT (HaludKue UM OTCYTCTBUE NEP(OPHUPOBAHHBIX CEMT,
MOPOBBIX TIOJIEH, pajnaIbHBIX KAHAJOB, CEHCOPHBIX MOpP, COCYJUCTHIX OTBEPCTHIl Ha
MIOBEPXHOCTH 9K30CKENEeTa U T.J.) MPU IUIACTHYHOCTH THCTOXAPAKTEPHCTUK TKAHEH,
CIIararoluX TBEPAbIC MOKPOBHI (JIIMHA, AHAMETP, IIIOTHOCTh JEHTHHOBBIX TPYOOUEK,
¢dopma, pazMepsl, KOHIIEHTPAIHS MOJIOCTEH OIOHTOIIMTOB/OCTEOUTOB U JIp.).

2.Tloka3zaHo,4T0Y 0OCTEOCTPAKOB, TPH OTCY TCTBUM HH(OPMALINH O FOBEHHJIBHBIX
CTaAMsIX Pa3BUTHSI, JOKA3aTEIbCTBA POCTA HK30CKEIETa HEOOXOIUMO MCKATh MPEexae
BCEr0 B TOHKHUX JICTAJISIX CTPOCHUS MAHIIMPEl XopoIiel coxpaHHOCTH. [1J1st TOHMMaHus
nporeccoB (GopMUpOBaHHS TBEPABIX HNOKPOBOB, IPOBEICHO JETAJIBHOE H3yUCHHE
0COOEHHOCTEH CTPOCHMSI HSK30CKeJIeTa y MaKCHMallbHO JIOCTYIHOTO KOJIMYEeCTBa
00pa3loB OMHOrO BHMJA JUIS BBISIBJICHHS OCOOEH, HAXOASIIMXCS Ha pa3IUYHBIX
sTanax (OpPMHUPOBAHUS HAPYKHOTO ckesieta. [lodydeHHbIE NaHHBIE [0 TOHKOMY
CTPOCHHIO 3K30CKeNeTa IO3BOJWIM IMPEIIOKUTh PsAJl HAaMMEHEe MPOTHBOPEUUBBIX
Mozenel (GpopMupoBaHUS MaHIMPEH Pa3NIMYHBIX THUIOB (TECCEPUPOBAHBIC, YACTHUHO
KOHCOJTHANPOBaHHBIC, KOHCOTUAMPOBAHHBIE) HA KOHKpeTHBIX mpuMepax (Thyestes,
Timanaspis, Reticulaspis u mp.).
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[TpennoxkeHo BbIAEICHUE ABYX THIOB BEPTHUKAJIBHOTO POCTa (YTOJILECHHS)
TBEPABIX MOKPOBOB Yy HHU3MIMX MO3BOHOYHBIX — YHHUIOISPHBIA M OMIOISPHBINA POCT
aKk30ckesera. [Ipu YHHUIOJISPHOM pOCTE MEPBBIMH B OHTOIEHE3€ OCTEOCTPAKOB
3aKJIaJbIBAJIUCh JICHTUHOBBIE CTPYKTYpPhl IIOBEPXHOCTHOTO CJIOS C OalbHEHIINM
pa3BHTHEM HK30CKeeTa B 0a3aIbHOM HarpaBiieHH . [Ipn OunosspHOM pocTe yToNIIeHne
IIMTA IIPOUCXOIUIIO B IBYX TPOTHBOIIOJIOKHBIX HAIIPABICHUSX 32 cUeT GOPMHUPOBAHHS
MOCJIC Y FOLTMX TeHepalii ACHTHHA B alIHKAJIbHOM HaIlpaBJICHUU M HAPACTAHU S KOCTHBIX
TKaHel JaMHHApHOTO cJosi 6a3aibHO. [I0CKONBKY SBJICHHE CYyIEPIO3UIIHOHHOTO POCTa
(B IaHHOM cly4ae, CyIIECTBOBAHUE HECKOJIBKUX MOI'PYKEHHBIX IeHepaluii Oyropkos)
XOPOIIO U3BECTHO B HEKOTOPBIX I'PYyIINax JAPEBHUX OCCUCNIOCTHBIX (T€TEPOCTPAKU) U
YEJTHOCTHOPOTHIX (APTPOAMPHI, KPOCCOMTEPUTHH), TOHSITHE MOJISIPHOCTH BEPTHKATBHOTO
pocTa TBEpABIX HApPY>KHBIX MOKPOBOB INPHIIOKUMO K MOpdoreHe3aM 5K30CKeleTa B
Pa3NUYHBIX TPYIIAX ePBUIHOBOTHBIX TTO3BOHOYHBIX.

Ha ocHOBaHMM aHaiM3a JaHHBIX IO CTPOCHHUIO JK30CKEJEeTa Pa3IMYHBIX
TAKCOHOB OCTEOCTPAKOB BBISBICHO, YTO NpPU (OPMUPOBAHUM MAHIHUPS CIOKHOCTD
U pa3HoOOpasue ero CTPOCHUS NOCTHTAINCH INOCPEACTBOM TECHOH KOOpIWHAILMH
Pa3BUTHUS KECTKUX M MATKHX CTPYKTYP IOKPOBOB, NPEXkAE BCETo, MOJINTOHAIBHOM,
CcOOCTBEHHO CEHCOPHOI U COCYINCTOW CUCTEM WHTET'YMEHTA.

3. UpesBbIvyaifHO BaKHBIM ISl IOHUMaHUH (DUIIOTeHE3a OCTEOCTPAKOB CTAJIO
OOHapy>XeHHE B MAaa3UCKHX CIOHMX 5arapaxyCcKoro TOpPH30HTa (HMIJKHHHA BEHIIOK)
o. Caapemaa ¢QparMeHTa 9K30CKeJIeTa OCTEOCTpaKa, OTHECeHHOro Hamu (Marss,
Afanassieva, Blom, 2014) x pony Ateleaspis Traquair. Takum oOpa3zom, B HacrTosIIee
BpeMs Ateleaspis n3BecTeH M3 HHWKHero BeHsoka (cuiyp) Lotnanauu u DCTOHUU U
SBIIIETCS] HanOoJIee TPEeBHUM OOHAPY )KEHHBIM (K MOMEHTY HAITCAHUsI) OCTEOCTPAKOM.
OtHocuTenbHO cnabo  crenHanu3upoBaHHble Oe3porue aTeseacrnuc-nogoOHbIe
(hopMbI TIPU3HAIOTCS OOJBIIMHCTBOM HCCIIEOBaTEICH Hanbojiee MPUMUTUBHBIMHU B
rpynme oCTeoCTpakoB. [l HUX XapaKTepHbl XOPOLIO Pa3BUTHIE IPYJHbIE IIIIABHUKH,
JUIMHHOE TYJOBHIIE C OTHOCHTEIHFHO KOPOTKHMM IIMHUTOM, LIMPOKO PacCTaBICHHBIE
(HecOnMmKeHHbIC) OPOUTEHI, 1BA JOPCATBHBIX MJIaBHUKA. FIX DK30CKeIeT XOPOIIo pa3BUT,
Ha ITIOBEPXHOCTH TECCEPUPOBAHHOTO IUTA pa3MeLICHbl I'eHepan30BaHHbIC OKPYTJIbIe
OyTOpKH, Ha TYJIOBHIIHBIX YSIITYsIX PACHOJIOKEHBI YIIITHHCHHBIE H 3a0CTPEHHBIC BaJTHKH.

B pesynbraTe n3ydeHHs HOBBIX MaTE€pUalioB YCTAHOBIICHO, YTO JJIsl Hauboiee
PaHHHUX OCTEOCTPAKOB OBIT XapaKTepeH TECCEPUPOBAHHBIA UIMT, MOKPBITHIA
paszHopa3MepHBIMU Oyropkamu reHepanuizoBaHHoro Ttuma (Ateleaspididae), srto
COCTOSIHME MPU3HAETCSI MCXOAHBIM B (uioreHese rpymmsl. Ha mpoTshkeHHH CBOeCi
9BOJIIOIIMOHHOW HMCTOPUM OCTEOCTPaKW 110 KpaiiHed Mepe MABaKIbl JIOCTHUTAJIH
HAUOOJIBIIETO pa3HoOOpa3uss — B cepeamHe cmiypa (Tremataspidoidei) u Hauane
neBona (Benneviaspidoidei, Scolenaspidoidei). [Iist cumypuiickoro muka pazHooopasust
ObLIO XapakTepHO OOJbIIOE MHOr000pasue B CTPOCHUHU 3K30CKeseTa (CKYJBITYypa
U THUCTOJOTWA, TOJIIMHA IAHIUPS), yMEHbLIEHHE aOCONIOTHBIX pPa3MepoB B
HekoTopeix moarpymmax (Tremataspididae, Thyestidae, Witaaspididae). Dopma
TOJIOBOTYJIOBHIITHOTO IIMTa OCTAETCS OTHOCUTEIBHO CTAOMIBHON (ILIUT MOJIyOBaIbHBIH
C HeOONBIIMMH pOTaMH — OBAJBHBIA Oe3pormii). [l paHHEOSBOHCKOTO NHKA
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XapaKTEePHbI OTHOCUTENbHAS CTAOMIBHOCTH B THIIE CKYJIBITYPbI U THCTOJOTHH TIPH
MHOroo0pa3uu GopM KT, yBEITUYEHUE a0COTIOTHBIX PA3MEPOB B HEKOTOPBIX (hHITyMax
(Benneviaspididae, Zenaspididae). ®opma ToIOBOTYJIOBHIIHOTO IIHATa YPE3BBIYANHO
pasHooOpa3Ha (IapHbBIC NEPeAHHE OTPOCTKH M HEMapHbIE POCTPYMBI pa3IHYHOM
JUINHBI, KOPHYaJIbHbIC BBICTYIIBI PAa3JIMYHON JUTMHBI M HANPaBICHHOCTH, BTOPHYHOE
OTCYTCTBHE KOPHYaJIbHBIX BEICTYTIOB). [TlocieqHue npeacTaBuTeNy IPYIIIbI U3 BEPXHETO
nesoHa (Escuminaspididae) xapakTepn3yroTcs TeCCEpUPOBAHHBIM ITUTOM, ITOKPHITHIM
OyropkaMy pasHBIX pPa3MepoB, OJHAKO CXOJICTBO C PAHHUMH AaTeJeacluIHBIMH
dopmamu MMeeT BHEWIHMH Xapakrep. [Ioka3aHo, 4TO CTPOCHHE IK30CKeNeTa y ITHX
(bOpM 3HAYMTENBEHO PA3IHYACTCsl Ha THCTONOTHYECKOM yPOBHE, OYTrOpKH y 3TUX hopM
CJIAraloTCs Pa3HBIMU TUIIAMHU TKaHEH. YMEHBIICHHE TOIIHUHBI 9K30CKENICTa Y TIO3THUX
9CKYMHHACITH/IH/]] TPOUCXOJINIIO 33 CYET PELYKIIUU TIOBEPXHOCTHOTO U CPEIHEr0 CIIOEB.

Ha ocHoBaHMM aHanM3a MCCIIEAOBAHHOTO Marepuaja pa3paboTaH KOMILIEKC
MIPU3HAKOB, COJCPIKALINI XapaKTepUCTUKH O5K30- W DHJIOCKENIETa OCTEOCTPaKOB
Ha pasHBIX YPOBHsX 0000mieHus. B Hactosimiell paboTe JaHHBIE 10 pe3ysbTaraM
UCCJIE0BAaHUI BBEJCHB B IMArHO3bI TAKCOHOB pa3iuyHOro panra (Cucremaruyeckas
gacTh B [Ipunoxxennn nuccepranun). HoBble aHHBIe, Kacaromuecs HHANBUAYaIbHOTO
U HCTOPUYECKOTO PA3BUTHS HK30CKENIETa OCTEOCTPAKOB, JOJDKHBI OBITH YYTEHBI B
OyIyIIMX PEBU3USAX ITOU TPYIIIIBL.

4. TlokazaHO, YTO CKYJBIITypa Hapy»HOIO CKelleTa OCTEOCTPAKOB (Kak
MaKpOCKYJIBITYpa, TaK U MHKpopeibed), ¢ OIHOH CTOPOHBI, MapKUPYET MPOLECCHI
(bopMooOpazoBaHUs TBEPIBIX IOKPOBOB, C IPYTol CTOPOHBIL, aAalITHPOBaHa K BHEIIHEH
cpene (depe3 ee mpsMoe BO3ACHCTBHE HA TKAaHU JK30CKeneTa). PasnuvHble THIIbI
MHUKPOCKYJIBITYPBI (TOHKass PeOPHCTOCTb, MHKPOOYTOPKH, SIMKH, MHKPOOTBEPCTHSI)
CBs3aHBl C (DYHKIIMOHAJIBHBIMH OCOOCHHOCTSAMH peibe(ooOpa3yIoNUX CIOCB
9K30CKeleTa (IIOBEPXHOCTHOI'O JICHTMHOBOTO M CPEJHEr0 KOCTHOTO) M 3a/1eHCTBOBAHBI
B OCYINECTBICHUH OOIINX METAOOIMUYECKUX MPOIECCOB B TKAHIX MOKPOBOB y PAHHUX
MI03BOHOYHBIX.

BeisBnens! pa3nnuus B GopMe U MOJIOKEHUH MTOJIOCTEH KIETOK OJOHTOLUTOB
U pa3MEIIeHNN JeHTHHOBBIX KaHAJIbIEB B Oyropkax (OJOHTOAAaX) THITMYHOTO CTPOCHHS
U B (parMeHTaX OOBEMHOW HEHTHHOBOW CETH, pa3MEIICHHBIX Ha MOBEPXHOCTH
TOJIOBOTYJIOBHIITHOT'O IIUTa HEKOTOPBIX OCTEOCTPAKoB. B Oyropkax MOJIOCTH KJIETOK
U COCAMHSIOIINE UX KaHAJbLbI HMEIOT CTPOCHHE H PACIIONIOKECHUE, XapaKTEPHOE IS
TKaHU ME30JICHTHHA B CTPYKTypax MmomoOGHoro tuma. J[iasi 00beMHOH NeHTHHOBOIL
CeTH, PACIOJNOXCHHOH Ha MOBEPXHOCTH INUTA, XapaKTepHa Y/UIMHEHHas Qopma
MOJNIOCTEH KJIETOK M MX pa3MelIeHHe BIOJb MPOAOJIBHONW OCH TPyO4YaTroro sjiemMeHTa
cet. COeMUHSIONINE X JCHTUHOBBIC KaHAMBIIBI Pa3MEIICHbI TaK K€ MPOJOIBHO, UX
AUaMETP 1 PACIIOJOKECHUE CTAHOBATCA CXOAHBIM C TAKOBBIMU B THUIIUYHBIX 6yr0p1<ax
JIMIIb y CaMOM TOBEPXHOCTH HCCieqyeMoro sjeMeHta cet. [lomoOHOe mosoxeHue
u Gopma nosocTeld ¥ TpyOOUEeK CBHIECTENHCTBYIOT O CYIIECTBOBAHUM MEXaHHYECKUX
CHJI HaTSDKEHHUS B INIACTE MATKUX TKaHeH, (OpMHPOBABIIMX JKECTKHE CTPYKTYPBHI
MTOKPOBOB (B JAHHOM CIIydae, O0BEeMHYIO JEHTHHOBYIO CETh IOBEPXHOCTHOTO CJIOS), B
mporecce oHTorenesa. Takum o6pazoM, Gopma 1 B3aUMHas OPUCHTALHS HOJOCTEH H
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TpyOOUYeK B TBEPJBIX CTPYKTypaX HHTEI'YMEHTA MTO3BOJISIET C YBEPEHHOCTBIO CYIUTh O
[IPUKU3HEHHBIX HAIIPSIKEHUSX BHYTPU TKaHEH.

PasBuTHe maHIMps MO3BOHOYHOIO YKMBOTHOI'O B OHTOIEHE3€ O3HAYAET, YTO
3aKyafika ¥ (OPMHUPOBAHUE €r0 TBEPABIX COCTABJISAIONIMX IPOMCXOAUT B PACTYIIUX
(yBenmuuuBaromuxcs) obmactsx. [Ipu 3ToM pasmudHble 00JaCTH Tela WHIUBHIYYMa
(o07acTH TONOBOTYIIOBUITHOTO IINTAa y OCTEOCTPAKOB) HMEIOT PA3IHYHYIO CKOPOCTH
pocta pu GOpMHUPOBaHUH KOHKPETHOH KOHPUTYpannn. PopMupoBaHHUE XapaKTEPHOI
KOHQUTYpallMH TpH peaTnu3allii ONpPEACICHHON TEHETHUYECKOH NpOorpaMMBbl depes
HAaTsOKEeHWE TKAaHEH BIMSET B 3HAUMTENBHOW CTENEHM HA T'HCTOXapaKTEPUCTHKU
9K30CKelleTa OpraHu3Ma, CriocoObl B3aMMHOTO pa3MENeHNs TKAaHEeH, THUIT CKYJIBITYPBI
(B mpenenax BO3MOXKHOCTEH maHHOW rpynimsl). [ToBpexkaeHHe MHTEIYMEHTa H, Kak
CJIC/ICTBUE, M3MEHEHHE MEXaHHYEeCKMX HAaTSOKEHUH B TKaHAX IIOKPOBOB, BBI3bIBAET
aKTHBU3aLMI0 00pa30BaHUsl MOCIEAYIONIMX TeHepanuil (JeHTHHA) B 3aTPOHYTHIX
00JIacTsIX NpY pernapaTuBHON pereHepariy NaHIupsi.

AHanu3 uMmeromieiicss nHGOPMAILIMK, HAKOIIJIGHHONW K HACTOSIIEMY BPEMEHH,
MOKa3bIBAET, YTO MHOI000pa3ue B CTPOCHUM HAPY’KHOTO CKEJIeTa 0CTEOCTPAKOB, KaK
¥ BO3MOXHOCTH ITOCTPOEHHS MAHIUPEH pa3INYHOrO THUHA (B TOM YHUCIE CIUTHBIX),
JOCTUTAETCSl MPEKJE BCETO 3a CUET KOMOMHHPOBAHMS THUIIOB TKAHEBBIX 3aKJaJIOK
JCHTUHOBOW M KOCTHOM TKaHH M CIIOCOO0OB WX pa3BuTHA. CoueTaHWe pa3IUIHBIX
BAapHUAHTOB 3aKJIAJIOK TKaHEH M THUIOB MX Pa3BUTHS JAaET BO3MOKHOCTH MOCTPOCHUS
pa3HOOOpa3HBIX KOHCTPYKIHUH M OOBSICHSAET CYIIECTBOBAHHWE BCEX OIMCAHHBIX B
HacToOsIIIee BpeMs pesibe()OoB Ha HOBEPXHOCTH IK30CKEIETa OCTEOCTPAKOB.

BbIBO/1bI

1. MccnenoBanne TOHKOTO CTPOCHUS M THUCTOJIOTMH HAPY>KHBIX U BHYTPEHHUX
CTPYKTYp O9K30CKeleTa Yy pa3HbIX TaKCOHOB OCTEOCTPAKOB, B TOM YMHCJIE BHOBb
OIMCAHHBIX, BBISBHUJO PaHee HE M3BECTHOE Pa3HOOOpa3ue BapHAaHTOB KOHCTPYKIHU
MaHIUPEN pa3IuyHOro THUIIA.

2. BriepBbie moka3aHo, 4TO pa3HOOOpa3ne B CTPOSHIH 3K30CKeNIeTa JOCTHTATIOCh
3a cYeT Pa3IMYHON CTEIICHH Pa3BUTHS CJIOEB, KOTOPBIE €ro CIaraioT (IOBEPXHOCTHOTO
JICHTUHOBOTO CJIOSI, CPEAHEro ry04aroro ciost U 0a3ajbHOrO JIAMHHAPHOTO CJIOs),
M KOMOWHAIMM aJbTEPHATHBHBIX MPU3HAKOB, XapaKTepPHU3YIOIIMX 3Kk30cKeneT. K
HHUM OTHOCSAT HAJUYHE I OTCYTCTBHE NEp(QOPHPOBAHHBIX CENT, MOPOBEIX IOJIEH,
paaua bHBIX KaHAJIOB, CEHCOPHBIX IOP, COCYIUCTBIX OTBEPCTHI Ha MOBEPXHOCTH
9K30CKeJeTa U T. 1.

3. Mopdomorust dK30CKeNeTa OCTEOCTPAKOB IOKa3bIBAET, YTO  JUIS
dbopM C TeccepupOBaHHBIM IIMTOM OBLI XapakTepeH HEOrpaHUYEeHHBIH poOCT
(Ateleaspis, Escuminaspis), y MEHbIIEro KoJu4ecTBa (GOpM ¢ KOHCOIHIAMPOBAHHBIM
roJioBoTyIoBHIIHBIM T TOM (Tremataspis, Timanaspis) pocT ObLI 1€ TEPMUHUPOBAHHBIM.
JleTepMHUHUPOBAHHOCTh M HEOTPAaHMUEHHOCTh POCTA Y OCTEOCTPAKOB OTHOCHUTEIIBHBI,
MOCKOJIbKY TIPOIIECCHI, CBsI3aHHBbIE C (OPMUPOBAHHEM U MEPECTPOHKON MaHIUPS,
MEPMaHEHTHO MTPOIOIKAIUCH B TEYCHUU BCETO OHTOICHETHYECKOT0 [IUKJIa (BCEH KU3HH
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OpraHu3ma), OJJHaKO IPOXOJWIIH C PA3HOH CTEIEHbI0 HHTEHCHBHOCTH (IT0 IOCTHIKEHUHU
pa3MepoB, XxapaKTEPHBIX JJIs1 B3POCJION CTaJMU JaHHOTO BUJA, Y JETEPMUHUPOBAHHBIX
(hOpM UX UHTEHCUBHOCTb PE3KO M1aJ1aJ1a, y TECCEPUPOBAHHBIX —3HAYUTEIIHHO CHUIKAIIACH).
Ha ykazaHHBIX IpUMepax JIeTEPMUHUPOBAHHOCTH POCTA CBSI3aHA C MUHHATIOPU3AIINEH.

4. UccnenoBaHue HOBBIX MAaTEPHAJIOB U3 OTIIOKEHHI HIDKHETO CHITYpa I0Kas3allo,
4TO A HamOoNee PaHHUX OCTEOCTPAKOB OBUI XapaKTepeH TeCCepUpPOBAHHBIM IIUT,
TIOKPBITHI pa3HOpa3MepHBIMH OyTOpKamMH TeHepaim3oBaHHOro THma (Ateleaspididae),
9TO COCTOSIHUE MPU3HACTCS UCXOMHBIM B (pUIIOreHe3e rpymibl. (it cCHirypHiHCKOro muka
pa3HoOOpa3us ObLIa XapakTepHa OoJbllas BapuadENbHOCTh B CTPOCHUH IK30CKeNeTa (B
CKYJIBITYpe M THCTOJIOTHH, TOJIIMHE MAaHIHPS), YMEHBIICHHE a0CONIOTHBIX Pa3MepoB
B OompmmacTBe monrpynn  (Tremataspididae, Thyestidae, Witaaspididae). Popma
TOJIOBOTYJIOBHIITHOTO IIMTA OCTAETCS OTHOCHUTEIBHO CTAOWIBHOW (MONYyKpyrJIOH —
OBAaJILHOM).

S. Jlnst paHHEAEBOHCKOTO TMHKa Pa3HOOOpa3usi XapaKTepHbl OTHOCHTEIbHAS
CTaOMJIBHOCTh B THIIE CKYJIBITYPbl W TUCTOJIOTHU NP MHOro0o0pasuu (HopMm LIUTa,
yBeJIuUeHne aOCOJIOTHBIX pa3MepoB B HekoTopeix ¢uiymax (Benneviaspididae,
Zenaspididae, Parameteoraspididae). Ilocmennme mpencTtaBUTeIM TPYHIBl U3
BepxHero neBoHa (Escuminaspididae) o0magaroT TecCepHpPOBAHHBIM IIHTOM,
TIOKPBITBIM OKPYTJIBIMH OyropKaMu pasHBIX pa3MepoB, OAHAKO CXOJACTBO C PaHHUMH
aTeleacnuIHbBIMA (OPMaMU MMEET BHEILIHUI XapakTep. YCTaHOBJIEHO, YTO CTPOCHUE
9K30CKeNleTa Y 3THX (OPM 3HAYUTEIBHO pa3iMyaeTcsi Ha THCTOJOTMYECKOM YPOBHE,
CKYJIBIITYPHBIE JJIEMEHTHI €T0 IMTOBEPXHOCTH Y 3TUX (POPM CllararoTcs TKaHSIMHU pa3HbIX
THIIOB, T.€. 3TO COCTOSIHHE HE SIBJISICTCS PEKANMTYISIIUEH. YMEHBIICHHE TOJIIHNHEI
9K30CKEJIeTa Yy MO3JHUX OICKYMHHACHUAMJ IPOUCXOAUIO 33 CYET 3HAYMTEIbHOU
PEeNyKIMU IIOBEPXHOCTHOT'O ¥ CPEAHET0 CIIOEB.

6. MHoroo0pasue B CTPOCHMH Hapy)KHOI'O CKeJeTa OCTEOCTPAKOB, KaK M
BO3MOKHOCTBH ITOCTPOCHHS MMAHIMPEH PAa3IMYHOTO TUIIA (TECCEPUPOBAHHBIX, YACTUYHO
KOHCOJIUAUPOBAHHBIX, CJ'II/ITHI)IX), JOCTUTAJINCH ITPEKJC BCET'0 3a CUET KOM6I/IHI/IpOBaHI/Iﬂ
TUIOB TKAHEBBIX 3aKJIJ0K IEHTHHOBON M KOCTHON TKaHU U CIIOCOOOB MX pa3BUTHSL.

7. DK30CKeJIeT OCTEOCTPAKOB SBIISAETCS XOPOIIEH MOICIBIO AJIsl IEMOHCTPALIUH
3aKOHOMEpHOCTEH MOpdoreHe3a TBEpIbIX IIOKPOBOB Pa3IMYHBIX THIIOB Y TTO3BOHOYHBIX
KUBOTHBIX. KOHCTpyHpOBaHHE NaHOUpPEHl B DBOIIOLHMU ITO3BOHOYHBIX ITPOUCXOIHUT
¢ coOxrogeHreM 0a30BbIX 3aKOHOMEPHOCTEH IMOCTPOCHUS TBEPIBIX IIOKPOBOB,
TIPOSIBJICHHBIX B MOP(OTreHe3e Hapy>KHOI'0 CKeJIeTa KOCTHONIAHIIUPHBIX OeCYETIOCTHBIX.
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