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OmnpeaeneHre MHINBUAYAJIBHOTO BO3pacTa M OHTOTEHETUYECKOM CTaauy (FOBEHUJIbHAsI, Cy0amyIbT-
Hasi, B3pocJiasi) UICKOITaeMbIX IT0O3BOHOYHBIX BaXKHO TSI TIEPBUYHOTO OITpENe/IcCHNS TaAKCOHOMMUUECKOM
MPUHAIIEKHOCTHU, a TaKXKe IIJI JATbHEUIITNX SBOIOLMOHHEIX, TTaJIe00MOTOTNYSCKIX U MaIe03KOJIO-
rMYeCKUX uHTepIperanuii. OnpeneieHne UHAMBUAYAJIbHOTO BO3pacTa U OHTOTEHETUYECKOM CTaqum
(= OTHOCHUTEILHOI'O BO3pacTa) OCYLIECTBISCTCS pa3HbIMU METOAAMMU, B TOM YHUCJIE U IIPHU ITOMOIIN
MaJICOTMCTOIOTMYECKOro aHaau3a. M3ydeHre TOHKMX CPe30B KOCTEi TeTpano M03BOJIsIeT IMPEAIIoJIo-
KUTh, CKOJIBKO JIET MIPOXKMIIO SKUBOTHOE (CKEJIETOXPOHOJIIOTMYECKII METOI) 1 OIPEACINThH OHTOreHe-
THYECKYIO CTaauIo. JIJIsT 5TOro MCIOIb3YIOT COBOKYITHOCTh BO3PACTHBIX TMCTOJIOTMYSCKIX MapKePOB:
M3MEHEHUE TUTIAa KOCTHOTO MaTPUKCa 1 BaCKYJISIpU3aIUN, U3MEHEHNE PACCTOSTHUST MEXAY POCTOBBIMU
MeTKaMM, HaJlmdre BHelTHel hyHmameHTanbHO# cuctembl (EFS; external fundamental system), Ha-
JINYMe BHYTPEHHETO (PHAOCTEINATLHOTO) U BHEIIIHEro (MepruoCTeNraabHoro) Kpyrosuix cioeB (OCL,
outer circumferential layer; ICL, inner circumferential layer), mposiBieHUsI BTOPMYHOTO peMOIEINHTa
(secondary remodeling) — I'aBepcoBo 3ameleHue u popMupoBaHue Tpadekys. B 3aBucumoctu ot pu-
JIOTEHETUYECKOTO TOJIOKEHUST M OMOJIOTMYECKNX 0COOEHHOCTEN M3ydaeMOoi TPYIIITBI TeTparon Habop
BO3PACTHBIX «THCTOJIOTMYECKIX MAPKEPOB» MOXET OBITh pA3TMIHBIM.

Knroueswie crosa: TETparnoabl, KOCTHasA TKaHb, MaJICOTUCTOJIOIUsA, CKEJIETOXPOHOJIOTUA, OHTOTCHETUYC -

CKH1e MapKephbl
DOI: 10.31857/S0044513424060014, EDN: ujhedt

OmnpeneneHre THAMBUAYAJILHOTO BO3pacTa U OHTO-
TeHEeTHYeCKOM cramnu (IOBEHWIbHAS, CyOamyIbTHas,
B3pocJiasi) MCKOTaeMbIX T€Tparioj BaxkHO IS epBUY-
HOTO orpeie/ieH!s] TAKCOHOMUUYECKO MPUHAIIEKHO-
CTH, a TaKXKe TS JaTbHEHIITNX 9BOJIOLIMOHHBIX U Tajie-
obuonorndeckux unrepnperauuii (Griffin et al., 2021).

WHmuBuayaabHBIN BO3pacT TETPATION OIPemes-
eTcs TIpU IToMoIIu ckejeroxpoHojorun (Knesesain,
CwmupuHa, 2016). CkeleTOXpOHOJIOTHS — OIpeneieHne
WHIWBUAYATHLHOTO BO3pacTa MPsSIMBbIM MTOACYETOM MPH-
CYTCTBYIOIIIMX B KOCTHOM TKaHW TOOMYHBIX POCTOBBIX
MeTOK. CKeJIeTOXpOHOJIOTUYSCKIA aHaIN3 MUCITOIb3Y-
eTcsl IJIsl orpeie/ieHUsl Bo3pacTa Kak COBPEMEHHBIX,
TaK U UCKOIAeMbIX MTO3BOHOYHBIX. CKeIeTOXPOHOJIO0-
TUYECKUI aHaJIN3 He TOJIBKO TTO3BOJISIET OMPEISTUTD
MPOIODKUTETLHOCTD KU3HM, HO U SIBJISIETCSI OCHOBOI
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JUJISL TIOCJIEAYIOIIUX TTONYISIMOHHBIX UCCISTOBAHUIMI
(Castanet et al., 1993; Woodward et al., 2013; Knese-
3a1b, CmupuHa, 2016; de Buffrénil et al., 2021).

OCHOBHBIMY TIOIXOJAMU K OTIPENEICHUIO OHTOTe-
HETUYECKO# cTaguu (= OTHOCUTEJbHOTO BO3pacTa)
HMCKOITaeMBIX TeTPAIo SIBJISIOTCI MOP(DOIOrMIeCKUit
1 TUCTOJIOTMYECKUI MeTombl. MopdoIornuecKuii Me-
TOM MpeIycMaTpuBaeT aHaJIN3 aHATOMHUYECKUX OCO-
OeHHOCTel CTpoeHUsI cKeseTa (HarmpuMep, sl yepe-
ra — CTeTNeHb CIMSHUS IIIBOB, CTENIEHb OCCU(UKAIINH,
HaJIMIME U CTeTICHb Pa3BUTUS CKYJIBIITYPBI, HATMINE
1 BBIPAXXeHHOCTD BBICTYITOB/POTOB, pa3Mephl U MPO-
MMOPIIUK OPOUT, YIJTWHEHWE MOPIBI (YepeITHbIe MTPOo-
MOPLMU); UIS TIOCTKPAaHUAIBHOTO CKeJleTa — CTeTIeHb
CIMSTHUS KOCTEeM, CAUSHNE HEeBPAJIbHBIX OyT W Tel
ITO3BOHKOB, HAJIMYNE U BEIPAXKEHHOCTh CKYJIBIITYPHI,
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MPOIOPLUU, CTEIIEHb OCCU(UKALIMHI, CTEIIEHb ITHEB-
matusauuu (Griffin et al., 2021).

[Tpy TUCTONOTUYECKOM METOME MO TOHKUM Cpe-
3aM 2JIEMEHTOB CKeJieTa aHaJUu3UPyeTCsl BHYTPEHHEe
CTpOEHME KOCTHOM TKAHU — PETUCTPUPYIOLIEH CTPYK-
TYpBI', KOTOpasi XOPOLIO COXPAHSIETCSI B MATEOHTOJO-
ruueckoit meronucu. OOBIYHO JJIST TUCTOJOTUUECKUX
UCCJIEAOBAHUI HCIIOJb3YIOTCI KOCTU KOHEYHOCTEH
(yaie Bcero GeApeHHbIE KOCTH), PEXE OCTEOAEPMBI,
MO3BOHKHU, pedpa, MOKPOBHBIE KOCTU ueperna. Onpe-
JIeTUTh UHAMBUAYAIbHBIN BO3PACT XXMBOTHOTO TTO3BO-
JIIET CKeJIETOXPOHOI0THS. [Jis1 onpeneieHus OHTOTe-
HETWYECKOM CTaIuM UCITOIb3YIOTCSI PAa3IMIHbIC TUCTO-
JIOTMYECKHE BO3PACTHBIC «MapKePbl»: U3BMECHEHUS TUIIA
KOCTHOT'O MaTpMKCa, BACKYJISIPU3ALIUA U PACCTOSTHUS
MEXIY POCTOBBIMU METKAMU B MIEPBUYHOM I1€PUOCTE-
JIMATLHOM KOpTeKce; (hopMUpOBaHME BHEITHEH (hyH-
mameHTtanbHoi cuctembl (EFS; external fundamental
system); (hopMHpOBaHMEe BHELIHETO (IIepUOCTeINaIb-
HOI0) YU BHYTPEHHETO (3HI0CTEINATbHOI0) KPYTOBBIX
cioeB (OCL, outer circumferential layer; ICL, inner
circumferential layer); nposiBleHUsI BTOPUYHOIO pe-
mozenuHra (secondary remodeling) — 'aBepcoBo 3amMe-
1LIeHHEe B KOpTeKce U (DOpMUpOBaHUE BTOPUYHbBIX Tpa-
0ekys B ryduaToM ciioe. B Haliem 0630pe Mbl KpaTKO
00CyaUM NMpUMEHEHUE CKEIETOXPOHOJIOTUU U TUCTO-
JIOTMYECKUX BO3PACTHBIX «MapKEPOB» JIs OIpeeiie-
HUSI THIVBUAYAIbHOTO BO3pacTa 1 OHTOI€HETUYECKUX
CTafuii UCKOTIaeMBbIX TETPATIO]I.

CKEJIETOXPOHOJIOTUA

B ckeneToXpoHOI0TUYEeCKOM aHaIU3e MOACYNTHI -
BaeTCsl KOJIMYECTBO IIUKINYECKUX TOTOBBIX POCTOBBIX
METOK B IIEPBUYHOM TEPUOCTETNATBHOM KOPTEKCe KO-
creii. K ronuyHbIM pocTOBbIM MeTKaM (growth marks)
OTHOCSTCS JIMHUM OCTaHOBKU pocrta (lines of arrested
growth, LAGs)? 1 uHuu 3amemienus pocta (annuli).
JIunum ocranoBku pocra (LAGs) o6pa3syloTcs 1pu
MOJIHOI OCTAHOBKE OCTEOreHe3a M Ha TOHKMX cpe3ax
BBITJISIISIT KaK YeTKKUE HeMpepbIBHbIC JMHUU. JInHUU
3ameieHMs1 pocTta (annuli) 0Opa3yroTcst TPU CUILHOM
3aMeUICHUN OCTeOTeHe3a M Ha cpe3aX BBINISIAT KakK
ITOJIOCHI TUTOTHOM KOCTHOI TKaHM (3aMEeTHO 0oJIee IIu-

pokue, yeM LAGs). [IpocTpaHCTBO MeX1y pOCTOBBIMU
! Peructpupyromme cTpykTypbl (CODTACHO TaHHBIM: MuHa,
Knesesannb, 1970 u KireBesanb, CMupuna, 2016) — aHaroMuue-
CKUE CTPYKTYPhI OpraHM3Ma, KOTOPBIE B IIPOLIECCE CBOETO POCTa
(UKCUPYIOT U3MEeHEHUsT (PU3NOJIOTMYECKOTO COCTOSIHUSI 0COOU,
MeHsIsST MOpGhoJIOTHIO (POPMUPYIOIIMXCS YacTeid, U IUTUTETHHOE
BpEMsI COXPaHSIIOT 3TH U3MEHEHMSI.

2 B pycCKOSI3bIYHOM JIMTEPATYPe BMECTO TEPMUHA « IMHUM OCTa-
HOBKM pocta» (lines of arrested growth, LAGS) 0ObIYHO UCITOJIb-
30BaJICSI TEPMUH «IMHUU CKJICUBAHUS» WM «IMHUU ITOKOS»
(Kunesesanb, Kieitnen6epr, 1967; Kieesanb, Cmupuna, 2016).
TepMUHBI «ITMHUMA OCTAHOBKHM POCTa», «JIMHUM CKIIEMBAHUS»,
WIMHUU TIOKOSI» SIBJISTIOTCSI CUHOHUMAMMU.
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MeTKaMM Ha3biBaeTcsl pocToBoii 30H0# (Francillon-
Vieillot et al., 1990a; Castanet et al., 1993; Woodward
et al., 2013; de Buffrénil et al., 2021).

[ommuHble nMuKIMYeckue pocroBbie MeTKH (LAGsS,
annuli) B HopMe POPMUPYIOTCS €KETOAHO, a IIEPUOL
nX 00pa3oBaHUsI COOTBETCTBYET IUKJINUECKUM HebJia-
TOIIPUSITHBIM CE30HHBIM ycJioBusIM. [omoBas mpupona
POCTOBBIX METOK ObL1a IIPOIEMOHCTPUPOBAHA B 9KC-
IepUMEeHTax Ha COBPEMEHHBIX TeTparonax, HalmpuMep
Ha ampubusx u pentunusix (Castanet, Naulleau, 1974;
Francillon, 1979; Francillon, Castanet, 1985; Frazier,
1985, 1985a; Castanet et al., 1993; Smirina, Tsellarius,
1998; de Bufirénil, Castanet, 2000; Snover et al., 2011).
Kpowme atoro, 6pu10 mokaszaHo, uyto LAGs o0pa3syroTcs
€XeroIHO AaXe B MOCTOSIHHBIX U CTA0WJIbHBIX YCIOBU-
SIX U uX (popMUpPOBaHUE — IPEBHUI SHAOT€HHBII ITPO-
necc (Marangoni et al., 2009).

HecMoTpst Ha Kaxyllylocsl IPOCTOTY U YHUBEP-
CaJbHOCTh CKEJIECTOXPOHOJOTUU, €CTh LBl psn
MpoLEeCcCOB/0COOEHHOCTEM, KOTOPhIE YCIOXHSIOT
MPSIMOIA MOJACYET POCTOBBIX METOK M, COOTBETCTBEH -
HO, TOYHOE ompeaesieHrne MHIUBUIYaIbHOTO BO3pac-
ta (Castanet, Smirina, 1990; Francillon-Vieillot et al.,
1990a; Castanet et al., 1993; KneBe3anb, CMupuHa,
2016). HanmpuMep, 9acTO MPUCYTCTBYIOT OTKJIOHEHMST
OT 6a30BOT0 «FOAWYHOrO MATTEpHa», IIPU KOTOPOM
KOJIMYECTBO POCTOBBIX METOK MOJHOCTBIO COBITaJaeT
¢ koanuecTBoM JieT. Ha coBpeMeHHBIX ampuOuUsIx 1mo-
Ka3aHo, YTO YaCTO KOJIMYECTBO XOPOIIO BhIPAXKEHHBIX
LAGSs MeHbllle, 4eM KOJIMYECTBO JIET, IIPOXUTHIX KM~
BOTHBIM (3aHuXeHue Bo3pacTta) (Castanet et al., 1993;
Eden et al., 2007; Wagner et al., 2011).

DTO HECOOTBETCTBUE, BOZMOXHO, SIBJISIETCS CJeM-
ctBUeM Toro, uyro LAGs moryt ¢opMupoBaThCs
He eXeTOMHO — TaKoe SIBJIeHUE ObLIO OTMEUYEHO IS
oecxBocThix ampuomii (Khonsue, Matsui, 2001). Ipy-
roii ¥ OCHOBHOI NMPUYMHOM MEHBIIETO KOJMYECTBA
LAGS 110 cpaBHEHUIO ¢ peajJbHbIM BO3pacTOM MOTYT
SIBJISITbCSI OCOOEHHOCTU (DOPMUPOBAHUS POCTOBBIX
METOK B nepudepruyeckoil YacTu KopTeKca: Ha Mo3/I-
HUX ctagusx oHtoreHe3a LAGs oueHb TOHKHUE, a pac-
ctosiHus (30HbI) Mexxay LAGS HacTOJbKO MaJjibl, YTO
BUINMBIC JIMHUM MOTYT IPOCTO «CIMBATHCSI» OIHA
C IpPYTOii U B 3TOM CJllydyae PpeKOHCTPYUPOBAHHbBIN BO3-
pacT XKMBOTHBIX OKAa3bIBAETCSI TaKKe 3aHMKCHHBIM
(Castanet, Smirina, 1990; Castanet et al., 1993). Ha co-
BpeMEeHHbIX aMduOusIX ObUIO MOKa3aHO, YTO Ha OoJiee
paHHUX 3Tarax oHToreHesa (mo BocbMu JeT) LAGs
(hopMupoBaIUCh €XEeroaHO (M OHU XOPOIIIO Pa3INIU-
MBI Ha cpe3ax), a mocjie BOCHbMU JIET OHM TIepecTaloT
OBITh XOPOIIIO PA3TUYUMBbI U UX TIPSMOI MOJACYET IaeT
3aHMKEHHYIO OIICHKY WHIWBHUAYaJbHOTO BO3pacTa
(cm. Eden et al., 2007; Sinsch, 2015 1 ccbUIKM B 3TOM
pa6otre). COOTBETCTBEHHO, CKEIETOXPOHOJIOTUYE-
CKUIi aHaIN3 JaeT HauboJiee MpaBUIbHbIC Pe3YJIbTaThl
IUIST MOJIOIBIX 0COOEH M IJI TeTparof ¢ HeOObIIOoN
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COMkeHne pOCTOBBIX METOK,
CBsI3aHHOE C HEOIaroNpPUSATHBIMU
ycnoBusimu (nBotiHbie LAGs)

Pacumpenue menyuisipHoit
TOJIOCTU U Pe30pOIIusT
POCTOBBIX KJIETOK

Buemnss
dyHOaMeHTaJbHas
cHucTeMa

JoctuzkeHune
ITOJIOBOM 3PEIOCTH

JlocTuzkeHue
MaKCUMaJIbHBIX
pa3MepoB Tesia

. Ilepuon O6bicTpOro pocta
(MoJI0110€ XXMBOTHOE)

[Mepuon MeIEeHHOTO pocTa
(B3pOCJI0€ XKUBOTHOE)

PaccrosiHue Mexmy pocTOBBIMU METKaMH,
COOTBETCTBYIOILIEE OMHOMY TO/LY KM3HH

KpoBeHoCHBI cocyn

/JIIIpHasA
b

Puc. 1. Cxema morepeyHoro cpe3a KOHEUHOCTH KOCTH TETParoa, IMoKa3bIBalolas pOCTOBbIe METKM (BKJTIOYast TBOMHBIE
LAGs), ructonornueckue Mapkepsl (BHEIIHssT PyHIaMeHTalIbHAasl CUCTeMa, COKpPAIleHUEe PACCTOSTHUSI MEXKITY POCTOBBIMU

MCTKaMI/I) " COOTBETCTBYIOLIME UM COOBITHSI B OHTOTEHE3E.

MIPOIOKUTEILHOCTHIO XKM3HU. B Halelt mpakTuke Mbl
TaKkKe OTMEUYaIi, YTO CKEJIETOXPOHOJIOTUUECKUIT aHa-
JIN3 Jiydllie paboTaeT JJjsl onpeAesieHNs] Bo3pacTta Mo-
JIOOBIX 0COOEH TeTpario.

Hpyrast cutyanusi, Ipu KOTOPO KOJUYECTBO BU-
JUMBIX POCTOBBIX METOK MEHBbIIIE, YeM TTPOXKUTHIX JIET,
CKJIaJBIBAETCS TIPU 3HAYUTEJIBHOM PACIIUPEHUU Me-
JIYJUISIPHO# (MO3roBOi) TOJOCTH (KOTIa KOCTh PACTET
B LIMPUHY) U CONMYTCTBYWOIEH pe3opOlLuu Hauboliee
ITyOOKHUX CIOEB KOPTEKCa BMECTE C MEPBLIMU POCTO-
BbIMU MeTKaMmu (puc. 1). B aToM ciaydae nmpumeHsier-
Csl «PEeTPOKANBKYISLUS» — MPpUMepHas OlleHKa KO-
JINYECTBA PE30POUPOBAHHBIX POCTOBBIX METOK C T10-
clienyroleii peKoHcTpykKuueit Bo3pacrta (Castanet,
Smirina, 1990; Castanet et al., 1993; Snover et al.,
2007; Woodward et al., 2013; de Buffrénil et al., 2021).

Ellle ofHMM 4acTbIM OTKJIOHEHUEM OT «TOJIUY-
HOTrO MaTTepHa» siBJisieTcsl (pOpMUpOBaHUE TBOMHBIX
wiu naxe TpoiiHbiXx LAGs (Castanet, Smirina, 1990;
Castanet et al., 1993; Knesesanb, Cmupuna, 2016;
Cullen et al., 2021). brmo moka3aHo, YTO OIBOITHBIE
LAGs moryT (popmMupoBaThcsl MpU HAJTUYUU BTOPO-
ro HeOJaronpusITHOIO Mepuoaa B TeueHue roga, Ha-
NpUMep 3aCylIJIMBOro JETHEro ce3oHa (BIHoOaBOK
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K XoJIOmHOMY 3uMHeMY). [1pu 3TOM XMBOTHOE B Teue-
HUE roja BIagaeT B CIISTYKY ABaXKIbl: 3MMHIOIO (THOep-
Haluo) U JieTHIoM (3cTuBanuio) (Castanet, Smirina,
1990; Smirina, Tsellarius, 1996; Kiese3anb, CMupu-
Ha, 2016). MuoxecrBeHHble LAGs MoryT ¢hopMupo-
BaThCs NIPU HATMYUU HECKOJBKMX HEOIarompusTHBIX
nepuonoB B TedeHue roga (Castanet, Smirina, 1990).
IIpu cKemeTOXpOHOJIOTUYECKOM aHaJIW3e IBOMHBIC
u Tpoiinble LAGS cunTaloTcs 3a OIHY FOJ0BYIO METKY,
B IMMPOTHUBHOM CJIy4ae WHIWBUIYAJIbHBINA BO3pacT Oyaer
3aBbieH (Knesesans, Kieitnenoepr, 1967).

Y HEKOTOPBIX COBPEMEHHBIX Y UCKOTIAeMbIX TETpa-
non LAGs He pOopMUPYIOTCS, ¥ CKEJIETOXPOHOJIOI M-
YeCcKU aHaJInu3 TIPOBECTH HEBO3MOXHO. [IprmMepom
SIBJISTFOTCSI MHOTHE HbIHE SKUBYIIME KPYITHbIE MJIEKO-
nurarome u 60JbIIMHCTBO NTHll. Cpenu uckorae-
MbIxX TeTpanon LAGs He ¢hopMUpOBaIvCh y TIPOJIBU-
HYTBIX 3aBPOMOJ U YTKOHOCHIX TMHO3aBPOB — TaIpo-
3aBpug (Cerda et al., 2017; Stowiak et al., 2020). dns
TaKMX TETparoa HEBO3MOXHO OMpeneuTb UHIAUBUILY -
aJIbHBIN BO3pAacT (CKOIBKO JIET MPOXUIO KUBOTHOE),
HO BO3MOXHO OTIpeIe/IUTh OHTOTEHETUUECKYIO CTa-
JUIO TI0 TUCTOJIOTUUYECKHUM BO3PACTHBIM «MapKepam»
(HampuMep, MO CTeNIeHW BTOPUYHOTO PEMOIEIINHTA,
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HaJIM4MIO BHYTPEHHEro (3HAOCTEINATbLHOTO) U BHEIII-
Hero (MepuoCTeNINATbHOI0) KPYTOBBIX CJIOEB, CM. CO-
OTBETCTBYIOILLIME Pa3Jeabl HUXE).

JJ1sT MHOTUX COBPEMEHHBIX M MCKOTIAeMBIX TeTpa-
1011 OBUTIO OTMEYEHO, YTO KOJIMYECTBO POCTOBBIX METOK
B pa3HbIX KOCTHBIX 3JIEMEHTaX OJHOIO CKeJieTa MOXET
ObITh pasnmuuHbiM (Woodward et al., 2014 u cchuiku
B 2TO# pabote). Tak, cornacHo JaHHBIM, MOJYYEH-
HBIM TIpY U3YYCHUN 3TOM BHYTPUCKEIETHOI M3MEH-
YUBOCTHU Y COBPEMEHHOI'O0 MUCCHUCUIICKOTO aJJIUTaTo-
pa (Alligator mississippiensis), pa3HO€ KOJINYECTBO PO-
CTOBBIX JUHUI B pa3HBIX KOCTHBIX 2JIEMEHTaX CKejleTa
OTHOTO XWUBOTHOTO SIBJISIETCST CJISICTBUEM Pa3TMIHBIX
TEMIIOB PaCIIMPEHMST MO3TOBOM TOJOCTH M BTOPUY-
HOTO peMOJIeJIMHIa — MPOLIeCCOB, ITPU KOTOPBIX MPO-
WCXOIUT pe30pOIIMs KOCTHOI TKAaHU M YHUUTOXECHUE
YacTU POCTOBBIX METOK, a HE pe3yJbTaTOM TOTO, YTO
pPOCTOBBIE METKH (POPMUPYIOTCS HETTOCIEIOBAaTEIEHO
n3 roga B rog (Woodward et al., 2014).

HenmaBHee uccienoBaHMe HAIEeXXHOCTH TaHHBIX
ckeneroxpoHosioruu (Schucht et al., 2021) moka3saiio,
YTO Ha Cpe3ax OJHUX U TeX 3Ke CKEJIETHBIX DJIEMEHTOB
COBpPEMEHHBIX TETPAIIOf, IIOATOTOBJIEHHBIX pa3HBIMU
MeTonamu (metporpadudyeckue NUIMpbl 1 OKpalleH-
HbI€ TUCTOJOTUYECKUE CPe3bl, U3TOTOBJICHHBIC MPU
MOMOIIY MUKPOTOMaA), KOJIMYECTBO BUAUMBIX POCTO-
BBIX METOK Pa3JIMYHO U HE COOTBETCTBYET PealbHOMY
BO3pacTy XUBOTHBIX. ABTOPBI MCCCTOBAHUS MTPHIILTH
K BBIBOLY, UYTO TpeOyeTcs JajibHelIIee n3ydyeHue QyH-
JaMEHTAJIbHBIX METOMOJOTMYECKUX ACTICKTOB CKelle-
TOXPOHOJIOTUU, OCOOEHHO B OTHOIIEHUU MPUPOIbI
W MUKPOCKOIUYECKOTO pacIlio3HABaHUs POCTOBBIX
meTok (Schucht et al., 2021). CooTBeTCTBEHHO, ITOKa
YeTKO He OINpeaeeHbl TPaHUIIbI TPUMEHNMOCTH Me-
TOHA, Mbl PEKOMEHIYEeM C OOJIBIION OCTOPOKHOCTHIO
OTHOCHUTBCS K pe3y/ibTaTaM CKeJeTOXPOHOJOIrMYECKO-
ro aHaju3a, MOJIydeHHBIM MpPHU U3YUYeHUM MCKOoIlae-
MBIX MTO3BOHOYHBIX, @ UMEHHO K a0COJIIOTHBIM YMKC-
JIOBBIM TTOKa3aTesIsiM (KOJTMYECTBO POCTOBBIX METOK),
10 KOTOPBIM MPOBOIUTCSI PEKOHCTPYKLUS UHIUBUITY -
aJTbHOTO BO3pacTa. TeM He MeHee JaHHbBIE TT0 KOJTJe-
CTBY U PACHOJIOXKEHUIO POCTOBBIX METOK MOTYT OBITh
HCTIONIb30BAHBI TIPU OTIPEIeICHUH OHTOTCHETHIECKOM
cTaauu (CM. pa3iesbl HUXe) U MPU 00CYKAEHUN TeM-
noB U XxapakTepa pocta (Schucht et al., 2021).

HecMoTps Ha TiepeuyrciieHHbIE BBIIIE CIOXHOCTH/
OrpaHUYEHUSI CKEJIETOXPOHOJOTUYECKUIA aHAIU3 aK-
TUBHO MMPUMEHSIETCS B TTaJIe00MOTOTHIECKUX UCCIIESI0-
BaHUsSIX. UMEHHO CKeleTOXPOHOJIOTUYECKUE JaHHbIE
MMO3BOJIMJIM TIPEIAITOJIOXUTh MHINBUIYAIbHBIN BO3-
pact, BpeMsl IOCTHKEHUsI B3pOCIOii CTaAuN 1 MPOA0JI-
KUTETbHOCTD XKM3HU MHOTHX MCKOITAeMBIX TETPATIO].
Hanpumep, nsydeHue cpe3oB TOHKHUX KOCTEH TUPaH-
Ho3aBpa (Tyrannosaurus rex) IoKa3ajao, YTO MaKCHU-
MaJIbHBII BO3pacT 3TOro KpymnHoro (12—13 M) auHo-
3aBpa COCTaBJIslI 28 JieT, MprUUeM B3pOCiible 0COOU
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JOCTUTrajayu OOJIBIIMX pa3MepoB MeHee 4eM 3a 20 et
(Erickson, 2005). 51 coBCeM MeEJIKUX AUHO3aBPOB
JUIMHOI OKOJIO MEeTpa peKOHCTPYMPOBAHHAs IO CKeJle-
TOXPOHOJIOTUY TIPOIOJIKUTETEHOCTD XKMU3HU COCTaBJIS -
na 3—4 roma, I MEJIKHUX U CpemHepa3MepHBIX JUHO-
3aBpOB (IIMHOM 2—6 M) — 7—15 71eT, a [1JiI TMTAHTCKUX
3aBponon (20 M u 6onee) — go 50 net (Erickson, 2005;
Erickson et al., 2001). ITonyyeHHbIe paHee JaHHBIE
00 MHANBHUIYAaTLHOM BO3pacTe MCKOTAeMBIX TETPAITOLI
OyIyT MPOBEPEHBI U CKOPPEKTHUPOBAHKI B OyIyIIEM
TOCJIe TIPOBEIEHMS UCCIeTOBAaHMIA IO COBPEeMEHHBIM
MTO3BOHOYHBIM, KOTOPBIE MPOSCHSIT (DyHIaMEHTAb-
Hble OMOJIOTUYECKUE U METOMOJOTMYECKHE ACTIeKThI
ckeneroxpoHosioruu (Schucht et al., 2021).

Crenyer OTMETUTb, UTO MPOCTO MPSIMOI MOACUET
POCTOBBIX METOK JIa€T HaM TUIIOTe3y 00 MHAMBUIYAJb-
HOM BO3pacTe (CKOJIbKO JIET KIJI0 XMBOTHOE), HO JJIs
oInpeneeHUsI OHTOTeHEeTUYECKOM cTaaum (MOJIOMIOM,
cy0aayabTHBIN, B3POC/bIN) Mbl UCTIOJNb3YEM JIpyTrue
TUCTOJIOTUYECKHE MapKEPhl — UBMEHEHUS PACCTOSITHUS
MEXIY POCTOBBIMU METKAMM, U3BMEHEHUSI TUTIA KOCT-
HOIro MaTpUKca M BacKyjasipuzauuu, GopMUpOBaHUeE
BHEIIHEN (pyHIaMEHTaJbHOI CUCTEMBI (CM. COOTBET-
CTBYIOIIIME pa3eibl HUXe, a Takxke puc. 1—3 B Kaue-
CTBE CXeM U puc. 4—5 KaK IIpUMephl).

NU3SMEHEHUWA PACCTOAHUA MEXIY
POCTOBbBIMU METKAMH

Korna n3HavanbHbIi ObICTPBIN IOBEHUIBbHBIN POCT
npexkpaiaeTcs, 3TO HaXOIUT OTpaXeHHe B PE3KOM
YMEHBIIEHUU PACCTOSTHUSI MEXY TONUYHBIMU POCTO-
BbIMU MeTKaMu. CUMTAETCs, YTO ITO MPOUCXOAUT NP
JocTukeHuu nonoBospenoctu (Kneiineno6epr, Cmu-
puHna, 1969; Sander, 2000; Erickson, 2005; puc. 1).
COOTBETCTBEHHO, COKpAIllEHNE PACCTOSTHUS MEXIY
POCTOBBIMU METKAMMU SIBJISIETCS] XOPOIIMM TMCTOJIOTH -
YECKMM MapKepoM 3aBEPLIEHUS IOBEHUJIbHOM CTaIuN.
[Toce nOoCTKEeHUST MOJIOBO3PEIOCTH (M YMEHBIIECHUS
pacCcTOsIHUSI MEXIy POCTOBBIMU METKaMM) POCT XKU-
BOTHOTO HE OCTaHaBJIMBAETCs, U MaKCUMaJIbHbIE pa3-
MEpBI JOCTUTAIOTCS Ha OoJjiee ro3aHen cranuu (Sander,
2000; Erickson, 2005).

[Tpu npoBeaeHUN TUCTOJOTMYECKOTO aHaIu3a He-
00XOIMMO YCTaHOBUTH IO Cpe3y, UTO COKpallleHue
pacCTOSIHUS MEXy POCTOBbIMU ME€TKaMU He HOCUT
BPEMEHHBII XapaKTep U OJIMKe K BHEIIIHEe! IoBepX-
HOCTHM pacCTOsSIHUE CHOBA HE yBelu4ynBaeTcs. BaxHo,
YTOOBI COKpaAllleHWE PACCTOSIHUSI MEXAY POCTOBBIMU
MeTKaMU He HOCUJIO BpEMEHHBII XapaKTep U He SIBJIsI-
JIOCh BpEMEHHBIM 3aMeJIEHUEM IOBEHUJIBHOTO POCTa,
BBbI3BAHHBIM HeOIaronpusTHBIMU (pakTopaMu. Tak xe
BaXXHO YYUTHIBAThb OTMEYEHHbBIE ENMHUYHbIE CIyYau
YCKOPEHUSI POCTa XXKUBOTHOIO TOCJIE TOCTUXEHUS
MOJIOBO 3pEJIOCTU — TaKOE SIBJIEHUE HE OTMEUYanoCh
JUJIs TETPAno/, HO YKa3blBaJoOCh s KOCTUCTBIX PbIO.
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B 3a0aiikanbCKMX NOMYISIUIX apKTUIYECKOIO ToJIblia
(Salvelinus alpinus) 110 TOCTHXXEHUM IIOJIOBOI1 3peyo-
CTU TEMIIBI POCTA CTAHOBATCS HU3KMMMU, HO 3aTEM MO-
TyT CHOBA YBEJIWUYMBATHCS, TaK YTO U3 MEIJIEHHOpA-
CTyleit MenKoit (hopMbl mo3aHee (hopMUpyeTCs: boJiee
KpyrnHas. [JlaHHoe sIBJieHUEe CBI3bIBAIOT C PaCIIUPEHU -
eM KopMmoBoii 6a3bl (Alekseyev et al., 2013, 2024).

ITo u3MeHEeHUIO PACCTOSTHUSI MEXAY POCTOBBIMU
MeTKaMU OBIJIO OTpeaesieHO BpeMsi OKOHYaHMSI I0Be-
HIWJIBHOTO POCTa M MOCTHKEHHUST TOJIOBO3PEIOCTHU
MHOTHUX MCKOTIAeMBbIX TeTPAIIoA, B TOM YHCJIe TUHO-
3aBpoB. Tak, MIs THTAHTCKOTO AWHO3aBpa-3aBpoIIona
Janenschia n3 mo3gHe 1opbl TaH3aHUM OBLIO TTOKa-
3aHO, YTO U3y4YeHHasl OepeHHasi KOCTb MpUHaaIexa-
Jla UHIMBUIYYMY, KOTOPBII JOCTUT MOJOBO3PEIOCTU
B Bo3pacTe okoJio 11 JieT, MakcuMalabHBIX pa3MepOB
0KOJI0 26 neT u rpoxut okoiio 38 et (Sander, 2000).
Kak 0b1710 yKazaHo B nipeabiayiiem pasneie «Ckene-
TOXPOHOJIOTHST», aDCOJIIOTHBIE YMCIOBBIE TTOKA3aTeIN
(KOJIMYeCTBO POCTOBBIX METOK), TTOJTYYEHHbIE ISl UC-
KOIaeMbIX TeTparo U UHTepIpeTUpyeMble KaK UHI-
BUAYaJIbHbBII BO3pACT, JOJXKHBI pacCCMaTPUBAThCS KaK
TUIIOTE3a Y MPOBEPSITHCS B OYAYIIUMX UCCIENOBAHMSIX.
Tem He MeHee M3MEHEHHEe PACCTOSTHUSI MEXKIy POCTO-
BBIMU METKaMU SIBJISIETCS XOPOIIMM MapKepOM OHTO-
TEHETUYECKOI cTanuu (OTHOCUTEIbHOIO BO3pacTa).

NU3MEHEHUA TUITA KOCTHOI'O
MATPUKCA N BACKVJIAPU3ALIU

B 3aBMCHMOCTH OT CKOPOCTHU pOCTa KOCTU (pOpMM-
pyeTcs pa3HBIN TUIT KOCTHOTO MaTpUKCca. DTOT MPUH-
LU M3BECTEH KaK mpaBujio AMIIpuHO (Amprino,
1947; Margerie et al., 2002; de Buffrénil et al., 2021a).
[Ipu ObicTpOM pocTe (hopMUpYOIIAsiCs KOCTHas
TKaHb B 3HAYUTEIBLHO CTENIEHU BaCKYJSIpU3UPOBaHa,
U MEXIy KaHajlaMU KPOBEHOCHBIX COCYAOB OTKJa-
IbIBAETCSI PHIXJIbIIA KOCTHBIM MaTpHUKC (wWoven bone)
(de Buffrénil, Quilhac, 2021). B nanbHeiinem npocse-
TBI BaCKYJISIDHBIX KaHAJIOB CYXalOoTCsI 3a CUET OTJIO-
JKEeHUS 110 UX CTeHKaM TUIOTHO JJaMeJUISIpHOM KOCTH
(lamellar bone) ¢ hopmMuUpoBaHUEM MEPBUUHBIX OCTE-
OHOB (primary osteon). belcTpo pacTyiiast CUIbHO Ba-
CKYJISIpU3UPOBaHHAsl KOMITO3UTHAsI KOCTHAasl TKaHb,
XapakTepusylolascs HaauyrueM OOJIbIIOTO YKciaa
MEePBUYHBIX BaCKYISIPHBIX KaHAJIOB/TIEPBUYHBIX OCTE-
OHOB U PBIXJIOTO KOCTHOT'O MaTpUKCa, Ha3bIBaeTCs
¢pubpoaMeIsIpHOIT KOCThIO, MK (PUOpoIaMesIsIp-
HbIM KoMIuiekcoM (fibrolamellar bone; fibrolamellar
complex; cm. Stein, Prondvai, 2014), a Takke pbIXJI0-
napajjieIbHbIM KoMILIeKcoM (woven-parallel complex)
(de Buffrénil, Quilhac, 2021) (cm. puc. 2, u 4B). ®u-
OposiamesIsipHasl KOCTb TUIIMYHA JJIS1 COBPEMEHHbIX
SHAOTEPMHBIX TeTparnof (MJIEKOMUTAIONIUX U TITHIL)
M MCKOITaeMBbIX TPYIIII, JUIST KOTOPBIX PEKOHCTPYHUPY-
€TCST SHAOTEPMMUSI, a UMEHHO HETITUYbMX TMHO3aBPOB
(de Buffrénil, Quilhac, 2021).
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dubponaMesuIsipHast KOCTh OTKJIAIBIBACTCS B Iep-
BUYHOM MEPUOCTEIUAIBHOM KOPTEKCE BO BpeMs
¢a3wl ObICTpOTO M3HAYAJILHOTO pocTa. [1pu 3amemie-
HUM pOCTa MPOUCXOIUT CMeHa TUIla KOCTHOU TKaHU
U BacKyJisipu3allMu: KOJIUYECTBO BACKYJISIPHBIX Ka-
HaJIOB YMEHbIIIAeTCsl, TUIl KOCTHOTO MaTpukKca Me-
HSIETCSI C PBIXJIO-BOJIOKHUCTOrO Ha 0oJiee MIOTHBIM
napajjesibHO-BOJOKHUCTBIN (parallel-fibred bone) unu
nmamemnsapHbiii (Huttenlocker et al., 2013; Jordana et
al., 2016; Mascarenhas-Junior et al, 2021; puc. 2, 4/).
[Tpu octaHOBKE pocTa, B HauboJiee neprudepudeckoit
yacTu KopTekca, GopMUpyeTcss TOHKUI, HO XOPOIIIO
pa3INYMMBINA aBACKYJISIDHBIM CJIOW JaMeJUISIpHOI/
rnapajieibHO-BOJIOKHUCTON KOCTU (KOTOpasi UMEET
YEeTKYIO TpaHUlly ¢ IIyoxkenexaneii puodpoiameisip-
HOI1 KOCTbI0) — BHELIHUI KpyroBoii cioit (OCL, outer
circumferential layer; OTOeIbHBIN TUCTOJIOTUIECKUIA
Mapkep, cM. fanee pasnena «@opMUpOBaHKE BHEIIIHE -
ro (mepuocTeNuagbHOro) U BHYTpEHHEro (3HIOCTEIN -
aJIbHOTO) KPYTOBBIX CJI0eB»). Eciin y )KUBOTHOTO B KO-
ctu popmupyiorcs poctoBbie MeTKM (LAGs, annuli),
TO OOBIYHO OMMCAHHOE MU3MEHEHME TUIla KOCTHOM
TKaHU COBMAJAET C YMEHBIIIEHUEM PACCTOSTHUS MEX-
oy Humu (Cullen et al., 2021). Kak u B cirygae ¢ oLieH-
KOI pacCTOSIHUSI MEX1y POCTOBBIMU METKaMU, CJIeIy-
€T YOeauThCs, YTO UBMEHEHUS TUIla KOCTHON TKaHU
1 BACKyJSIpU3allMU HE HOCST BPEMEHHBIN XapakTep,
3aMe/lJIeHUe pocTa UMeEeT OHTOT€HETUUECKYIO TTPUPO-
Jly U He SIBJISIETCSI BDEMEHHBIM U He CBSI3aHO C BO3/Ieii-
CTBUEM HEOJIATOTIPUSTHBIX YCIOBUIA.

Takum obpa3om, HabaogaeMasl 3aMeHa ObICTPO-
pacTyleil CIUIbHO BacKy/IsIpU3UpOBaHHOM (pubpoJia-
MEJIIPHOM KOCTH Ha ¢J1ab0 BaCKYISIpU3UPOBAHHYIO/
aBaCKYJISIPHYIO TTapajuieIbHO-BOJOKHUCTYIO WU Jla-
MEJUISIPHYIO KOCTb SIBJISIETCSI XOPOLIMM MapKepoM 3a-
MeIJICHUSI pOCTa M, COOTBETCTBEHHO, HACTYILJICHUS
MOCTIOBEHUJIBHOM cTamuu. DTOT MapKep UCIOJIb3yeT-
¢S 1 ompeneeHUs: cyoamyJIbTHOM /B3pOCIOil cTaguu
Y Pa3IMYHBIX MCKOITAEMBIX TETPANo ¢ BEIpaXKeHHBIM
OBICTPBIM M3HAYAJILHBIM POCTOM, HAaIIpUMEP KPYITHBIX
temHocnonaui (Konietzko-Meier, Sander, 2013), na-
peitazaBpoB (Boitsova et al., 2019; puc. 4B-41), Kpoko-
aunomopd (Fernandez Dumont et al., 2021), MHOTrUX
IrMHO3aBpoB, BKodas rtull (Padian et al., 2004).

HMHuTepecHoe HaOM0AeHKE, Kacalollleecss U3MeHe-
HUS CTEIIEHU BaCKyJISIpU3allUM B OHTOrEHE3€e, ObLIO
c/IeJIaHoO JJISl UICKOTIaeMbIX U COBPEMEHHBIX UCTIOIMH-
cKux cajaMmaHap (kKpunroOpanxum). st mckonaemo-
ro Mo3IHEeMeN0BOTo Kpunrtoopanxunaa Foscapherpeton
asiaticum n coBpemeHHoro Cryptobranchus oTMe4eHbl
yBeJIMYEHUE CTENMEHU BaCKYIsIpU3alluu U TOSIBJICHUE
CeTH KPOBEHOCHBIX COCYIOB B ITIEPBUYHOM KOPTEK-
ce He Ha paHHUX, a Ha IMO3MIHUX dTarax OHTOTeHe-
3a, YTO, BEPOSITHO, CBSI3aHO C KPYITHBIMU pa3MepamMu
atux canamanap (Skutschas et al., 2019) (cm. puc. 45).
TakxuM o6pa3oMm, IIsd MCHOJMHCKHUX calaMaHIp
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BHelHuit KpyroBoii ciioit
(BHeUIHSs (PyHIaMeHTaIbHas
cucTeMa) = NOCTUKEHUE
MaKCHUMaJIbHbIX pa3MepPOB Tesa

Jlvunug spo3uu

DdubpomamesIsipHas KOCTh,
nepuos ObICTPOro pocTa

IMapannenbHO-BOJOKHUCTAS
1/WJIN JJaMeJUISIpHAast KOCTb,
IepUOJ MEUIEHHOTO POCTa

3amenieHre pocTa, CBsI3aHHOE /
¢ UMKJIWYHBIMU Tipoieccamu, LAGs

BHyTpeHHUI1 KpyroBoii ciioii =
MpeKpalieHne PocTa KOCTH B IIUPUHY

MenymisipHast
II0JIOCTh

Puc. 2. Cxema nomepeyHoro cpe3a KOCTA KOHEUHOCTH TeTparoja, oKa3blBaloliasi pOCTOBbIE METKH, THCTOJIOTMYECKIE
MapKepsl (BHEITHsIsT hyHAaMeHTaIbHasl CUCTeMa, U3MEHEeHHUe TUITAa KOCTHOTO MaTpUKca M BacKy/IsSIpU3alNi, BHEITHU
U BHYTPEHHUI KPYTOBbIE CJIOU) M COOTBETCTBYIOLIME UM COOBITHSI B OHTOTEHE3E.

(1)OpMI/IpOBaHI/IC BaCKy.HF[pHOﬁ CE€TU ABJIACTCA IMMOTCH-
M aJIbHBIM MapKEPOM IMMO3THUX CTaauii OHTOreHe3a.

OOPMUPOBAHUME ]éHEH.IHEIU/I
OYHIAMEHTAJIBHOW CUCTEMDBI

Ha 3aKiTiounTeIbHBIX CTaIusX poCTa MPU JOCTH-
JKEeHUM MaKCUMAaJbHBIX pa3MepoOB M CKEJIETHOM 3pe-
JIOCTU B IepUdEepUIeCcKOil YaCTH MEPBUIHOTO TTEPHUO-
CTeJIMaJIbHOTO KopTekca (DOpMUPYETCST CEPUSI CUITBHO
COTMKEHHBIX POCTOBBIX METOK, KOTOpasl Ha3bIBaeT-
csl BHEllIHe# (pyHIaMeHTalbHOI cucteMoit (external
fundamental system, EFS; puc. 1, 2, 4F). BHewHsa
(byHmamMeHTanpHasaA cHCTeMa BCeTaa paclojoXkeHa
BHYTPU CJI0SI TUIOTHOM aBacKyJAsIpHOM mapaijieJIbHO-
BOJIOKHUCTON WX JaMEJUISpHON KOCTHOI TKaHMH.
VY ntuil 1 MIEKONMUTAIILIMX 3TOT CJIO 4eTKO 000Co-
OJIeH OT mIyOXeyexalieil CuabHO BACKYJISIPU3UPO-
BaHHOI KOCTHOI TKaHU ((puOpoiaMeUIIpHOI KOCTH)
U HasbIBaeTcsl BHEIIHUM KpyroBbiM ciioem (OCL, outer
circumferential layer; cMm. cienytomuii pasaen). @op-
MUpOBaHNe BHEITHel (pyHIaMeHTaIbHOM CHUCTEMBI
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COOTBETCTBYET OKOHYAHUIO POCTa B OHTOTeHe3e (Mpu
JEeTePMUHUPOBAHHOM POCTE) U MPEKPaIIEHUIO OCTe-
oreHe3a WJIM MaKCUMaJIbHOMY 3aMeIJICHUIO pocTa/
OoCTeoreHe3a Ha MO3IHUX CTamusIX (TIpU «HeIeTePMU-
HUPOBAaHHOM» pocTe). BHelHss pyHIaMeHTalbHast
crcTeMa oOHapyXeHa y MHOTUX ITO3BOHOYHBIX, BKITIO-
yasi KpOKOAMIOMOP®, NITepo3aBpOB, HENTUUBUX U -
HozaBpoB, ntull u miaekonurtatmux (Erickson, 2005;
Woodward et al., 2011; Jordana et al., 2016). [unore-
3a 0 HAJIMYMU BHEIIHEN (pyHIaMEeHTaAIbHON CUCTEMBbI
Y HEaMHUOTUYECKUX TeTpamno (TEMHOCITOHIWIIBI, JINC-
camduOum, pa3IMuHbIe TPYIIbl PENTUIUOMOP(D) HY-
KIaeTcs B TIPOBEPKeE.

OCHOBHBIM BOTIPOCOM KacaTeJTbHO BHEITHe QyH-
JaMEHTaJTbHON CHCTEMBI SBJISETCS BpeMs (IIPOmOJI-
KUTEJIbHOCTD) ee (POPMUPOBAHUSI — UMEIOT JIU OT-
IeTbHBIC POCTOBBIC METKM (JIMHUM) BHYTPU BHEITHEH
(byHIaMeHTaIbHOM CUCTEMBbl TOAUYHYIO TIPUPOLY WU
(hbopMUpPYIOTCST HE €KEroHO U CJIENYET JIM YYUThIBATh
Bce (opMuUpyOIINe ee JMHUU MPU CKEJIETOXPOHOJIO-
ruueckoM aHanuse (Horner et al., 1999; Woodward et
al., 2014). Ha coBpeMeHHBIX MJIEKOIMUTAIOIIUX ObLIO
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MoKa3aHo, YTO JIMHUM BHEILIHel (pyHIaMeHTaJIbHONI
CUCTEMBbI UMEIOT TOAMYHYIO TIPUPOLY U ee (POPMUPO-
BaHUE MOXET MPOUCXOIUTh OTHOBPEMEHHO C IpU-
pacTtaHueM IpoKcUMaabHBIX 31 ¢u30oB (Kiesesansp,
Kneitnenoepr, 1967; Hayashi et al., 2023). Mcciemo-
BaHUsI COOTBETCTBUSI KOJMYECTBA POCTOBBIX METOK
BHeIlIHe#l (PyHIaMeHTaJIbHON CUCTEMBI KOJIUYECTBY
MPOXUTHIX JIET Y COBPEMEHHBIX TITUILL JaJI1 HEOIHO-
3HauyHbIe pe3yabrarhl (KiaeBesanb u ap., 1972; Nelson,
Bookhout, 1980).

[Ipy n3ydeHUM MUCKOIIaeMBIX TETPAIION OTHCIb-
HbIE JJMHUU BO BHEIIHEN pyHIAMEHTaJIbHON CUCTE-
Me OOBIYHO cuMTatoTcs ronoBbiMu. [TpumepoM Takoit
paboTHI ABJSIETCS UCCIeI0BaHUE, MOCBSIIEHHOE O1O-
JIOTUYECKUM OCOOEHHOCTSIM Taapo3aBpuna Maiasaura
peeblesorum (1MuHaMKKa pocTa, BIKMUBAEMOCTb) U OC-
HOBaHHOE Ha TUCTOJIOrnYeckoM aHaiau3e 50 0oabInx
oepuoBbix kocteit (Woodward et al., 2015). B atom uc-
cJiefOBaHUM POCTOBbIE METKU BHEIIHE (pyHIaMEeH-
TaJIbHOM CUCTEMBI CUMTAIUCh TONOBBIMU U UCIIOIb30-
BaJIMCh JJIs1 OIIpeaeIeHUs MHAUBUIYaJIbHOIO BO3pacTa.

EcTb HeKoTOpbIE CIIOXKHOCTH, CBSI3aHHBIE C BHEIII-
Hell (yHODaMeHTalbHON cucTtemoli. Bo-mepBhIX,
He y BCeX IpyIII TeTpamod oHa oOHapyxXeHa U, CO-
OTBETCTBEHHO, MOTEHIIMAJIbHO HE Yy BCEX OHA MO-
XKeT popMupoBaThes. Jloaroe BpeMsI CYUMTAIOCH, UTO
BHEIIHIS (pyHAaMeHTaJIbHas1 cucteMa (popMuUpyeTcs
TOJILKO Yy T€Tpamno ¢ IeTepPMUHUPOBAHHBIM POCTOM,
TaKMX KaK NTULBLI U MiaekonuTtamiue. OOHapy:xke-
HUe BHelllHel (DyHIaMeHTaJIbHOI CUCTEMBbI Y COBpe-
MeHHoro ajuuraropa (Woodward et al., 2011) mo3Bo-
JINJIO TIOAHSITh BaKHbIE BOIMPOCHI O BHellIHe# (GyHaa-
MEHTaJIbHOI cucTeMe/XapakTepe pocTa y TeTparon,
a UMEHHO: SIBJIsIeTCS 1M HaJluuue BHEILIHei ¢dyHma-
MEHTAJIbHOM CUCTEMBI Y aJlINTaTopa CBUACTEIbCTBOM
JEeTePMUHUPOBAHHOTO POCTa Y KPOKOAUJIOB U Cyllle-
CTBYET JIM Ha caMOM JeJie HeIeTepMUHUPOBAHHBIN
pocT y pentuiauii. BoaMoxHo, BHEIIHsIST (DyHIaMeH-
TaJlbHas cucTeMa OyneT oOHapyKeHa Y COBPEMEHHBIX
amMuouit, yemyifuyaTelX penTUIMi 1 yeperax 1 KOH-
LIETILIUS] «HeNeTepPMUHUPOBAHHOTO POCTa» y aM(uOunii
U pEeNTWINii OyaeT nepecMoTpeHa. PaHee ObLIO BhICKA-
3aHO MPENNOJOXEeHHUE, YTO OTHOCUTENIbHASI PEIKOCTh
oOHapyxXXeHUs BHeIIHel (pyHIaMeHTaIbHOM CUCTEMBI
Y COBPEMEHHbBIX M UCKOIAaeMbIX PENTUJINI CBUIETEb-
CTBYET O BHICOKOM CTEIIEHM CMEPTHOCTH OO0 AOCTHUXKE-
HUS aOCOMIOTHOM CKEeJIeTHOM 3pesIoCcTU (TO ecTh rude-
JIM 10 BBIXOAA Ha POCTOBOE IJIaTO U (pOPMUPOBAHUS
BHEIIHEN (pyHIaMEeHTaJIbHON CUCTEMBI), a HE O HEelle-
tepmuHupoBaHHOM pocte (Woodward et al., 2011).

Takxke ObIBaET CIOKHO OTIUYUTH BHEIIHIOKW (hyH-
TaMEHTAJIBHYIO CUCTEMY OT MHOXXECTBEHHBIX POCTO-
BBIX METOK, C(POPMUPOBABIIUXCS 3aJ0Jr0 10 J0-
CTUIXEHUS CKEJIEeTHOM 3peIO0CTH TIPU BPEMEHHBIX
HeOJaronpusITHBIX ycaoBusax. Hampumep, y ucko-
naeMbIX KPYITHbIX TPMACOBBIX TEMHOCMOHAMJ poja
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Metoposaurus CTpyKTYpbl, TOXOXMHE Ha BHEUIHIOIO
(byHmameHTaNIbHYIO CUCTEMY, ObLIM OTMEUEHBI Ha rpa-
HUIIE POCTOBBIX 30H B Pa3HbIX YaCTAX KOpTeKca (B TOM
Yyyclie M BHYTPEHHUX), U 3TO TMpearnoaraet, 4to ¢hop-
MUPOBaHUE COMMKEHHBIX BHEIIIHUX POCTOBBIX METOK
O3HayaeT He MpeKpalleHue pocTa, a Juillb KojaedaHus
CKOPOCTH pocTa B TeueHHe ogHoro ce3oHa (Konietzko-
Meier, Sander, 2013). KpomMe 3T0Oro, BaxkHO OTJIM4YaTh
BHEIIHIOW (PpyHIaMEHTAJIbHYIO CUCTEMY OT yyacTKa
KOCTH C HEOOJbIIOKW AUCTAHILIMEH MEXIy POCTOBbBI-
MU METKaMU, TO €CTb BaXKHO MOHSTb, UMEET JIU Me-
CTO MEMJICHHBII, HO CTA0MJILHO HeIlpeKpallalolniics
pOCT, WY MOJIHOE TIpekpallieHrue pocta. On1HaKO ecnu
yeTKasl BHEILHsIST (pyHIaMeHTallbHasl cucTeMa MpucyT-
CTBYET, TO 3TO, 0€3YCJIIOBHO, SIBJISIETCSI CBUIETETHCTBOM
TOT0, YTO XMBOTHOE SIBJISIETCS B3POCJbIM U JOCTUIJIO
CKEJICTHOM 3pEIOCTH.

Bspocnas cranus 1o HaTM4YWIO BHEIIHe dbyHaa-
MEHTaJbHOW CUCTEMBI OIpeaeasieTcsl s HeKOTO-
PBIX MCKOTIAaeMBIX apX03aBPOB-TICEBIO3YXUI (HATIPH-
mep, Postosuchus, Effigia, cm. Andrade et al., 2015;
Klein et al., 2017), MHOTMX HENITUYbUX TMHO3aBPOB
(cMm., Hanpumep, Erickson, 2005; Woodward et al.,
2015; Skutschas et al., 2017), TpUMUTUBHBIX aBUa-
muit (Confuciusornis), Henetaomux ntul (Padian,
Woodward, 2021), maexkonurtatommx (cM. Martinez-
Maza et al., 2014).

OOPMUPOBAHUE BHEILIHEI'O
(MEPUOCTEJIHNAJIIBHOI'O) U BHYTPEHHEI'O
(BHAOCTEJIHMAJIBHOI'O) KPYTOBBIX CJIOEB

B Tpy6uathix KocTsaX (B KOCTSIX KOHEYHOCTEM)
B OHTOTeHe3¢ MOTYT (DOPMUPOBATHCSI KPYTOBbIE CIIOU
IUIOTHOM KocTHOM TKaHu: BHemHuit (OCL, outer
circumferential layer) u BuyrpenHuit (ICL, inner
circumferential layer) (puc. 2, 57). OH1 UMEIOT pa3Inud-
HYIO TIPUPOIY U CTPOEHME: BHELIHUI KPYrOBOM CJION
dopMupyeTcst Kak CJI0M IJIOTHOM JIaMeJJISPHOU WInu
napauieJibHO-BOJOKHUCTOM KOCTHOM TKAHU B IEPU-
(bepuueckoii BHEIIHE YaCTH ITepUOCTEINATLHOIO KOp-
TeKCa, a BHYTPEHHUI KPYTOBOI CJIOM — KaK BBICTMJIKA
MENYUISIPHOM MOJIOCTU JIAMEJUISPHOM KOCTBIO DHIO-
CTEJIMAIBHOTO TTPOUCXOXAEHUS. TakumM 00pa3oM, poCcT
BHEIITHETO KPYTOBOTO CJIOSI IPOUCXOIUT LIEHTPOOEKHO,
a BHYTPEHHETO KPYTOBOTO CJIOS LIEHTPOCTPEMUTEILHO.

BHeumrHuii KpyroBoil Cj0i CJI0XEH MJIOTHBIM
aBACKYJSPHBIM JIaMEJUISPHBIM WJIM MapauiebHO-
BOJIOKHUCTBIM KOCTHBIM MaTPUKCOM, YE€TKO 000CO-
OJieH OT miyOxXesiexaleil CUuabHO BaCKYJISIpU3UPO-
BaHHOI KOCTHOI TKaHU ((pmOpoaMeUIIpHOI KOCTH)
u bopMupyeTcs IpU 3aMeVIEHUH/TIpeKpalleHu po-
cTa Ha IMO3JIHUX cTanusax oHToreHe3a (Ponton et al.,
2004). ITo cytu ((popMupoBaHUe Ha MO3AHUX dTarax
OHTOTeHEe3a MPU BbIXOAE Ha POCTOBOE MJATO) 3TOT
CJI0i1 CXO/IeH C BHEllIHel (pyHIaMeHTaIbHOM CUCTEMOT
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(cM. mpenbInyIInii pa3nein), 1 HEKOTOPhIE UCCIea0Ba-
TEJIW UCTIONIB3YIOT TEPMUH «BHEIITHUM KPYTOBOM CII0M»
BMECTO «BHEIIHASI (PyHAAMEHTAIbHAas CUCTEMa» He-
3aBUCUMO OT IIPUCYTCTBUSI/OTCYTCTBUS B 3TOM CJIO€
conmxeHHbIX pocToBbiX MeToK (Kolb et al., 2015).
B nanHoM pasziene Mbl paccMaTpuBaeM BHEITHUI Kpy-
TOBOI CJIOM KaK OTAEJIbHBIA TMCTOJOTUYECKUA Map-
K€p OHTOT€HETUYECKOI CTaauu, MOCKOJIbKY OH MOXET
He coJepXaThb B cebe BHEIIHIOW (hyHIaMEHTAIbHYIO
cucteMy (COMMXKEHHBIE POCTOBBIE METKM).

BHemHuit KpyroBoii cja0oil TUIIMYEH IJIsl TeTPamno
¢ OBICTPOIT M JOCTATOUHO KOPOTKOI (pa3oii u3Havya b-
HOTI'O IOBEHUJIbHOIO pOCTa (MTUIIbI, MJICKOITUTAIOIINE)
(Ponton et al., 2004). IIpu 3T0it M3HaYaNbHOU (ha3e
pocta ¢popMupyeTcst ObICTPOPACTYIIAS KOCTHASI TKAHb
(pubponamenasipHast KOCThb). BbICTpBI M3HAYATIBHBIN
POCT pe3Ko MpeKpallaeTcs, U Mpu BbIXOAE Ha POCTO-
BO€ M1aTo (pOpMUpPYETCS BHEIIIHUM KPYTOBOI CJIOA.
Y nTuu 1 MIEKONUTAIOLIMX BHEITHUN KPYTOBOM CJIOM
MOXET COoAepXKaTh BHEIIHIOW (DYyHIaMEHTAIbHYIO CU-
cremy (Ponton et al., 2004). Cpenu uckormaeMbIxX Te-
Tpanoj BHEIIHWI KPYrOBOW CJI0M XapaKTepeH AJ1s TITe-
po3aBpoB (de Ricqles et al., 2000; Steel, 2008).

Hanuuue BHEIIHETO KPYTOBOIO CJIOS MOXHO BBI-
SIBUTh U 0€3 U3roTOBJICHUsI TOHKUX cpe30B. Ecnu 1mo-
BEPXHOCTb KOCTH «IlIeplIaBasi» U3-3a 00JIbIIOTO KOJIH-
YecTBa KaHAJIOB KPOBEHOCHBIX COCYIOB, BBIXOMSIINX
Ha ITIOBEPXHOCTDb, TO BHEIIHUI KPYroBOil CJIOil ellle
He chopMUPOBAH U KOCTh MpPUHAIIeXana MOJOIO-
MY pacTylieMy XUBOTHOMY. Eclii TTOBepXHOCTh KO-
CTU INIaJKasl, KakK Obl «3aroJIMpOBaHHasl», TO BHEITHMIA
KpYTOBOIi cJ10ii c(hopMUPOBaH. DTOT MOAXO, NCITOIb3Y-
eTcs ISt oTpeieJieHUsI OTHOCUTENIBHOTO BO3pacTa Co-
BpeMeHHBIX TiTu1l (Watanabe, Matsuoka, 2013; Picasso,
Hospitaleche, 2024) u ntepo3aBpoB (Bennett, 1993).

Hanuuwme wiam oTCyTCTBME BHEIIHETO KPYroBOTO
CJ1051 y UCKOTIaeMbIX (hDOPM MCITOJIb3YETCS ISl OTIpee-
JIEHUS MOCTIOBEHUILHOM cTaauu (= CTaAuU CKEJIETHOMI
COMaTUYECKOIi 3pesiocTu) y nrepo3aBpos (Steel, 2008),
HEMTUYbUX XUILIHBIX IMHO3aBPOB (B TOM YuUCJe Mpe-
craBuTesieil Paraves — npomeo3aBpua U TPOOJOHTH/,
a Takke 0azanbHbIX aBuanuit) (Prondvai et al., 2018;
Martin et al., 2023), HemamManbHBIX Tepancu (Botha,
Huttenlocker, 2021) u maekonuTtatomux (Veitschegger
et al., 2018).

BHyTpeHHUii KpyroBoii cioil mpeacTaBisieT CO-
00i1 ciioii dHIOCTeNMalbHON JaMeIIIPHOU KOCTH,
OTJIOXKEHHBII Ha BHYTPEHHIOWO (MEpUMENYJISIPHYIO)
MOBEPXHOCTh KOpTeKca. BHYTpeHHSS1 MOBEPXHOCTh
KopTekca nepen (popMUpoBaHUEM BHYTPEHHEro Kpy-
TOBOTO CJIOSI pPe30pOUpyeTcsd, Ha cpe3ax rpaHula
MEXIY MEePUOCTEIUATBHBIM KOPTEKCOM U 3HIOCTE-
JIMAJIbHOW KOCTBIO CTAHOBUTCSI HEPOBHOM M Ha3bIBa-
ercst TuHuei spo3un (Martin et al., 2023). CooTBeT-
CTBEHHO, (DOPMUPOBAHUE BHYTPEHHETO KPYroBOTO
CJIOSI SIBJISIETCSI BADUAHTOM BTOPUYHOTO PEMOJICIIMHTA
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(cM. caenyromuii pasgen). @opMUpPOBaHNE BHYTPEH-
Hero KpyroBOTO CJIOsSI BO3MOXKHO, KOT/a Mpoliecc pac-
IIUPEHUST MEAYJUISIPHOM MOJIOCTU MyTEeM pe30pOoLuun
npekpaiiaeTcss — 3TO COOTBETCTBYET o0lIeMy Tpe-
KpallleHUI0 pocTa KOCTU (1 BCero XXuBoTHOro). Hanu-
Y1e BHYTPEHHEro KPYrOBOTO CJIOSI CYUTAETCS TOCTO-
BEPHBIM MapKepoM NOCTMKEHUS B3pOCION CTaauu,
KOTOpas CONMPOBOXAAETCS MpeKpalleHUeM pocTa KO-
CTU B TOJILIMHY (= MEPUOCTEINATBLHOTO POCTa) U CO-
MYTCTBYIOIIUM MpeKpallleHUEM paclliupeHust MeryJ-
JsipHoit nmosioctu (Martin et al., 2023). Tem He meHee
MIPU UCCIENOBAHUN OHTOTCHETHMYCCKNX M3MEHEHUI
B TMCTOJIOTUU KOCTe KOHEYHOCTEM JMHO3aBPOB Op-
HUTOMUMU HaMU ObUIO OTMEUEHO, YTO BHYTPEHHUI
KPYToBOi1 cj10ii (popMuUpyeTcs y ocodeii, He JOCTUT-
LIMX MaKCUMaJIbHBIX pa3MepoB (Skutschas et al., 2017),
TO €CTh Y STHUX XXMBOTHBIX OCTAHOBKA PACIINPEHUS Me-
TYJUISIPHOM TTOJTIOCTH M TIOCTIEAYIONIee OTIOXKEeHUE SH-
JIOCTENNATbHOU KOCTU HOCSIT BPEMEHHBII XapakTep.
CoOOTBETCTBEHHO, B JaJibHEMIIeM pe30pOLiusi CTEHOK
MEIYJUISIPHOM MOJIOCTU U €€ pacllIMpeHMre MPOI0JIKAT-
CS M BOBMOXKEH CIICAYIONINIA IIUKIT «ITPEeKpaIleHue pe-
30pOLMHY/pacIUPEHUST MEOYJIIIPHOM TTOJIOCTU — OT-
JIOXXEHUEe DHIOCTEeNaIbHON KOCTU/(hopMuUpoBaHUe
BHYTPEHHETo Kpyrosoro ciosi». Kpome atoro, mais
HEeNTUYbMX XUIIHBIX IMHO3aBPOB, B TOM 4ucJie Oa-
3anbpHbBIX aBuanuii (Prondvai et al., 2018; Martin et al.,
2023), OBLIO ITOKAa3aHO, YTO BHYTPEHHUM KPYroBOi
cioii (hopMUpyeTCs paHbllle, YeM BHEIITHUM KPYTrOBOM
CJIOM M/WUJIM BHEILIHSA DyHIaMeHTalbHas cucTema.
Takum o6pa3zom, Mbl cuuTaeM, 4To (POPMUPOBAHUE
Ha MOCTIOBEHUJIbHBIX CTAUSIX OHTOreHe3a BHYTPEH-
HETO KPYrOBOTO CJIOSI MOXET HOCUTD TTepHOTNICCKIUIA
XapakTep U caMo TI0 cebe ero Haaudue He TOJKHO
paccMaTpuBaThcsl KaK MapkKep OKOHYATEIbHOTO Mpe-
KpalleHusl pocTa KOCTH, TOCTHUKEHUST MAaKCUMAaJIbHBIX
pa3MepoB U, COOTBETCTBEHHO, B3pociioil ctaguu. OT-
CYTCTBME BHYTPEHHEro KpyroBOro cjiosi y mpeacTaBu-
TesIeit TPYII, IIST KOTOPBIX OTMEYEHO ero (hOpMUPO-
BaHUWE B OHTOreHe3e (NTULIbl, HEKOTOPbIE TMHO3aBPhl,
MTEPO3aBPhl), SBIASETCS CBUACTEILCTBOM IOBEHWIBHOM
craguu (cM., HarmpuMmep, Averianov et al., 2023).

VY Tetparno ¢ OTHOCUTEIbHO TOHKUMU CTEHKaAMU
TpyOUYaThIX KOCTEH (B TOM 4mCIe y JieTaromux hopM —
ITULl U ITEPO3aBpOB; puUc. 5SI) BHEIIHUIN KPYroBoOi
1 BHYTPEHHUIT KpYyTroBOit Ciou (hOpMUPYIOTCS BMECTE.
Takast TpexcioiiHasi «COHIBUYENOA00HAsI» CTPYKTypa
KOCTHU, MPU KOTOPOIi BoJiee pbixJias U MeHee Mpoy-
Hasl KOCTHas TKaHb ((pruOpoIaMeUISIpHBIN KOMILIEKC),
cchopmMuUpoBaHHAas IIpU OBICTPOM M3HAYAJILHOM POCTE,
«3axaTa» MEeXIY MUIOTHBIMU KPYTOBBIMU CJIOSIMU JIa-
MeJUISIPHOM /TIapaljieIbHO-BOJOKHUCTOM KOCTU, BO3-
MOXHO, MOBBIIIAET MEXaHUYECKYIO MPOUYHOCTh TOHKO-
CTEHHBIX 2JIEMEHTOB CKeJieTa.
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BTOPUYHBIN PEMOJIEJWHT:
TABEPCOBO 3AMEIIEHHME
N ®OPMUPOBAHUE TPABEKVII

C BO3pacToM y MO3BOHOUHBIX OOBIYHO MTPOMCXOIUT
3aMeHa MePBUYHON KOCTHOU TKAaHU Ha BTOPUYHYIO.
OTOT npoiiecc npeodpa3zoBaHus KOCTHOM TKaHU, Ha-
3bIBAIOIINIICS BTOPUYHBIM PEMOIEINHIOM, TTOApasy-
MeBaeT HaJIMuMe OByX 3TanoB. [lepBrIil aTam — pe3op-
OLMSI MEPBUYHOM KOCTHU 3a CUET aKTUBHOCTU OCTEO-
KJIaCTOB, a BTOpOii — (popMHUpOBaHUE OCTeO0IacTaMU
HOBOI1 BTOPMYHOI1 KOCTU Ha MeCTe pe30pOMpOBaHHOIA.
PeMonenuHr urpaeTt BaxKHYIO poJib B TpeX (QYHKIIMO-
HaJbHBIX obJyiacTsax: (1) oTBeyaeT 3a mpucnocooJIeHue
BHYTPEHHEN apXUTEKTYpPbl KOCTM K MECTHOI Mexa-
HUYECKOM Harpy3ke; (2) BocCTaHABIMBAET KOCTHYIO
TKaHb, B KOTOPOI HaKaIJMBalOTCSI MUKPOTIOBpEXIe-
HUS (M3-3a IUIMTEIbHOI Harpy3kKu Ha KOCTH), U Ta-
KUM 00pa3oM CIOCOOCTBYET 3aMEIJICHUIO CTapeHUS
(u3HOCa) KocTteil u (3) 3a CYET BLICBOOOXKIECHMS 1 pe-
LUPKYISILIUU MUHEPaJIbHBIX COJIEH, COomepXKalluXCs
B KOCTHOM MaTpUKCe, OH SBJISICTCS KIIOUeBBIM (hak-
TopoM docdokanbieBoro romeoctasa (de Buffrénil,
Quilhac, 2021a).

BhiIensoT HECKOIbKO OCHOBHBIX (hDOPM BTOPUYHO-
IO PEMOJENHTA, KOTOPbIE Pa3IMYaIOTCs, B TOM YHCIIE,
MECTOM TIPOSIBIIEHNsI. B KOCTHOM KOpTeKce BO3HMKA-
eT «KJlaccu4yeckoe» ['aBepcoBo 3aMeleHne — (OpMH-
poBaHue [aBepCOBBIX CUCTEM (BTOPUYHBIX OCTEOHOB,
secondary osteons). [aBepcoBO 3aMeleHUE TPOXOIUT
cJenyommnM o0pa3oM: cHavaia 3a CYeT aKTUBHOCTHU

MoJtooe KMBOTHOE,
pacTylasi KocTb,
00pa3oBaHue MOIOCTei 9pO3UU
¥ TpabEeKyJI, MaJio BTOPUYHBIX
OCTEOHOB

Mosonoe X1UBOTHOE,
OBICTPO pacTyIIast KOCTb,
CHJIbHAsI BACKYJISIpPU3aLINS,
MEePBUYHBIE BACKYIISIPHBIE
KaHAJTbI BBIXOIST

Ha MOBEPXHOCTh KOCTH,
MepPBUYHbIC OCTCOHBI

OCTEOKJIACTOB (POPMUPYIOTCS MOJIOCTHU 3pO3uH (= Ja-
KyHbl Xayiiumna). [TotoM nmonoctu 3po3uu, Mpu ak-
TUBHOI NesTeIbHOCTU OCTE00JaCcTOB, 3aIOJHSIOT-
csl BTOPUYHOM JJaMeJJISIPHOI KOCTbIO, I HA UX MECTe
dopmupyetcs I'aBepcoBa cucrteMa (= BTOPUYHBIN
ocreoH). KoHeunniMm pesynsraToM I'aBepcoBa 3amelrie-
HUS SIBJISIETCS TIOJIHOE 3aMellleHre TIEpBUYHOM KOCTU
Ha BTOPUUYHYIO KOCTbh, LIETMKOM COCTOSIIIYIO U3 BTO-
PUYHBIX OCTEOHOB (MHOTAA HECKOJIBKUX FeHepaluii).
Takast KOCTb, LIEJIMKOM COCTOSIIIAsl U3 BTOPUUYHBIX
OCTEOHOB, Ha3bIBaeTcs ['aBepcoBoii KocThlo. I1pouecc
T'aBepcoBa 3aMellieHUsT B TpyOUAThIX KOCTSIX MPOUCXO-
JIUT LIEHTPOOEXHO, TO €CTh (DOPMUPOBAHUE ITOJIOCTEM
5pO3UU U BTOPUYHBIX OCTEOHOB HAUMHAETCS B TTy0O-
KHUX CJI0SIX KOpTeKca, OJM3KO K MENYJIIPHON MOJIOCTH,
U TIOTOM pacnpocTpaHseTcs K nepudepun. CooTrBeT-
CTBEHHO, YeM CTaplile XKUBOTHOE, TEM Jlajibliie OT Me-
IYJUISIPHOI MOJIOCTU K MOBEPXHOCTU KOCTU MPOXOAUT
(bpOHT BTOPUUHOrO peMOACIMHIA. ¥ CaMbIX CTapbiX
JKMBOTHBIX OH JJOCTUTAE€T BHELIHEH MOBEPXHOCTH U BCS
KOCTb CTAaHOBMUTCSI BTOpUYHOI ['aBepcoBOil KOCThIO
(TO ecThb KOCThIO, LIETUKOM C(POPMUPOBAHHOU BTO-
puuHbiMu ocTeoHaMu) (de Buffrénil, Quilhac, 2021a).
CoOTBeTCTBEHHO, MO cTerneHu [aBepcoBa 3aMelleHUs
(= cTerneHb NPOABMXKEHUST (DpPOHTA 0OpPA30BaHUS BTO-
PUYHOM KOCTHOM TKaHU OT NIYOOKHUX CI0€B KOPTEK-
ca K TOBEPXHOCTU) MOXKHO TOHSATh, KOMY MpUHaIe-
JKajla KOCTb, MOJIOIOMY WJIM B3POCJIOMY XKHUBOTHOMY
(puc. 3). Y M0010TO XUBOTHOTO TepBUYHAs KOCTb
COXpaHsEeTCs, BTOPUYHON KOCTM HEMHOTO WJIU OHA OT-
CyTCTByeT. YeM cTaplie CTAaHOBUTBHCS KUBOTHOE, TEM

B3pocnoe xxuBoTHOE,
KOCTb TOCTUIJIa MAKCUMAJIbHBIX PA3MEPOB
B LIMPUHY, OOJIbILIAs YaCTh KOPTEKCA
00pa3oBaHa BTOPUYHBIMU OCTEOHAMU,
pa3BUBAETCSI BHEIIIHUI KPYTOBOM CJIOM

Crapoe XKMBOTHOE,
KOPTEKC TMOJIHOCTBIO
3aMelleH HeCKOJIbKIUMU
reHepalsiMi BTOPUYHBIX
OCTEOHOB, 00Pa3yIOTCs
BTOPUYHBIC TPAOEKYJTbI

Puc. 3. CxeMa OHTOTEHETUYECKUX M3MEHEHUI B KOCTSIX KOHEYHOCTEM TETpAIod, CBA3aHHbIX CO BTOPUYHbLIM PEMOAC/IMHIOM.
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Puc. 4. [TonepeuHble cpe3bl KOCTE KOHEYHOCTE NCKOTIAeMbIX TETPATION B HOPMATHHOM (A) 1 TTONISIPU30BAHHOM CBETe C BOJI-
HOBOI Tu1acTUHKOM (HA—F). A — IpUMUTUBHAS paHHEMeJIOBas CTBOJIOBas caamaHapa Kulgeriherpeton ultimum, cpes 1ie4eBoit
KOCTH Ha ypoBHe cepenuHbl nuadusa (cM. Skutschas et al., 2024). OTcyTcTBUE COKpaIeHUsT IMCTAaHLIMU MEXTY IUKINIECKU -
MU POCTOBBIMA METKAMH CBUIIETEJILCTBYET O TOM, YTO 3Ta IJicueBasi KOCTh IPUHAUIEXajIa aKTUBHO PACTYIIEMY XXIUBOTHOMY,
ellle He JOCTUTLIEMY MaKCUMaJIbHOTO MHAMBUIYaIbHOTO Bo3pacta. OOpaTuTe TakKe BHUMaHue Ha Hajauuyue 1BoiHbIX LAGS.
KenteIMu cTpesikaMy 0603HaYeHBI POCTOBBIE METKU. h — MPUMUTHBHASI TIO3THEMEIOBast KPUTITOOpaHXUIHAS calaMaHIpa
Foscapherpeton asiaticum, cpe3 6eIpeHHOI KOCTH Ha ypoBHe cepennHbl nuacdu3a (cM. Skutschas et al., 2019). O6paTute BHUMA-
HUE Ha CeTh BaCKYJISIPHBIX KAHAJIOB B IEPBUYHOM KOPTEKCE, KOTOpasi MOSIBISICTCS HA TTO3IHUX 3Tallax OHTOreHe3a. B — mosm-
HeTlepMcKuii TtapeifasaBp Deltavjatia rossica, cpe3 60IJBIION OePIIOBOI KOCTH OCOOM, TOCTUTIIEH MeHee 4eM 25% OT MaKkcu-
MaJbpHOTO pasMepa (cM. Boitsova et al., 2019). [IpucytcTBrUe TOIBKO OBICTpOpACTYIIeit KOCTHOM TKaHU ((hUbpoIaMeuIsIpHO
KOCTH) B KOPTEKCE CBUICTEIBCTBYET O TOM, UTO 3Ta KOCTh ITPUHAJIEXKAaa IOBEHUIbHOI 0COOM Ha CTaIUM U3HAYAJIBHOTO ObI-
cTporo pocta. I'— no3aHenepMckuit apeitazasp Deltavjatia rossica, cpe3 6eApeHHON KOCTU 0COOU, TOCTUTLIEH MpUMepP-
HO 50% ot MakcuManbHOTO pa3mepa (cM. Boitsova et al., 2019). TTosiBieHre B KOpTEKCe MapasuieibHO-BOJIOKHUCTON KOCTH
CBUAETEILCTBYET O 3aMEIJIEHMM POCTa M OKOHYAHMU I0BEHWIbHOM cTaauu. /[ — Nmo3aHeMen0Boi 0a3albHbIii ODHUTOMUMMII,
cpe3 OenpeHHOo KOCTU cpeaHepa3MepHoit ocodu (cM. Skutschas et al., 2017). O6paTrTe BHUMaHUE Ha HAJIMUKME BHYTPEHHETO
KPYTOBOTO CJIOSI Y 0COOU, HEe TOCTUTIIIE MaKCUMAJIbHBIX pa3MepoB. £ — MO3IHEeMeNT0BOI 6a3albHbIii OpHUTOMUMMUI, CPe3
OeApeHHOI KOCTH KpyIHOit ocoou (cM. Skutschas et al., 2017). Hanuuue BHelHe# (hyHIaMEHTaIbHOM CUCTEMbI CBUIETENb-
CTBYET O TOM, UTO KMBOTHOE SIBJISIETCSI B3POCIBIM M TOCTUTIINM cKeJieTHO# 3penoctu. EFS — BHenHsIa dhyHmaMeHTaIbHasT
cucreMma, ICL — BHyTpeHHMIT KpyroBoii ciioii, PFB — mapaiienbHO-BOJOKHUCTAS! KOCTb.
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0oJIbllIe Y HETO BTOPUYHOI KOCTU B KOpTeKce. Y ca-
MBbIX CTApbIX 0COOE MPOUCXOAUT MOJHOE 3aMELICHUE
MEePBUYHOI MeprUOCTENNATbHON KOCTU Ha BTOPUYHYIO
KOCTb C 00pa3oBaHMeM II0THOI ['aBepCcoBOii KOCTH.

Hpyroii (popMoii BTOPUYHOTO PEMONEIHTIA SIBJISIET-
cs1 hopMupoBaHue TpabeKy/1 B TyOuaToMm ciioe (BHYTpEeH-
Heit crioHrno3se). @opmMupoBaHUe TPAOEKYIT TTPOUCXOIUT
B HECKOJIBKO 3TanoB. [lepBrIii aTam — 3T0 pe3opOLus
KOCTHOI TKaHU C 00pa30BaHUEM KPYITHBIX MOJOCTEM
apo3un. CTeHKH 3TUX ITOJOCTEH MOTYT OBITh COPMUPO-
BaHbI IEPBUYHOI KOCTHOI TKAHBIO — TOIA OHU HA3bI-
BalOTCS MePBUYHBIMU TpabeKy1aMu, a rydbuarast TKaHb —
MEepBUYHOI CITOHTMO030i. Ha rmoBepXHOCTH NepBUYHBIX
TpaOeKy/I MOXET OTKJIAAbIBAaThCSI BTOPUYHAS JIaMEJLUIsSIp-
Hasi KOCTb, U B 3TOM CJIy4yae TpabeKyJbl UMEIOT CJIOKHYIO
MNPUPOMIY: MX BHYTPEHHSIS YacTh 00pa3oBaHa OCTaTKaMu
MNEPBUYHOI KOCTHOM TKaHU, a HApyXKHAas1 — BTOPUYHOM
JamesutsipHoit KocThio (de Buffrénil, Quilhac, 2021a). Jla-
Jiee TIPOMCXOISIT HOBbIE IIMKJIbI PE30POLIMHU U MOCTIENy-
IOLIEH OTKITaAKX BTOPUYHOM JTJaMeJUISIPHOM KOCTH, B pe-
3yJIbTaTe KOTOPBIX BHYTPU TpaOeKyJl He OocTaeTcs Iep-
BUYHOI KOCTHOM TKaHU (puc. 3, 55). Takue TpaGeKyJIbl,
LEeJIMKOM c(hbOpMUPOBAHHBIE BTOPUYHOM JTaMeJUISIpHOI
KOCTBIO, MOXXHO Ha3bIBaTh BTOpHMYHBIMUA. DopMupoBa-
HUE BTOPUYHBIX TPAOEKYJ (M B LIEIOM BTOPUYHOIA CITOH-
THUO3bl) MIPOUCXOAUT C BO3PACTOM M, COOTBETCTBEHHO,
HaJIMuKe,/OTCYTCTBUE U KOJIUYECTBO BTOPUUHBIX Tpabe-
KyJI MOXET OBITb UCITOJIb30BAHO B KAY€CTBE OHTOI€HETH -
YECKOro Mapkepa.

Hpyrumu popMaMy BTOPUYHOTO pEMOAEIMHTa
SIBJISIIOTCSI (DOPMUPOBAHUE BHYTPEHHETO KPYroBOI'O
ciost (CM. TIpEObIAYIIMI pa3aea) B IIepuMenyUISIpHOM
00J1aCTU M TaK Ha3bIBa€Mblii BHEIITHWI PEMOIEIUHT,
MpY KOTOPOM MPOUCXOAUT pe30pOLIUs BHEIIHEH T0-
BEPXHOCTU KOCTEM U MOCAEAYIOLIEe OTI0KEHUE HA HE
BTOpUYHOI KocTHO# TKaHu (de Buffrénil, Quilhac,
2021a). Pe3ynbsraTomM BHEIIHETO PEMOIEIMHTA YacTo
SBJISIETCS (POPMUPOBAHUE CKYJBITYPBI HA TTOKPOBHBIX
KOCTSIX uepera, HUXKHEeH 4eloCTy U TIJIeYeBOro nosica
(kIrouniia, MEXKIIIOUMIIA), a TAKXKe OCTeoaepMax.

JUtst onipeneneHusT OTHOCUTEILHOIO BO3pacTa Mc-
KOIIAaEMBIX TETPATIO, B MIEPBYIO OYEPENb UCTIONIB3YETCS
mapkep [aBepcoBo 3amellieHue (CTeneHb Pa3BUTHS BTO-
PUUYHBIX OCTEOHOB). B pasHbIx rpymnmnax TeTparnon [a-
BEPCOBO 3aMEIIIEHUE BBIPAXKEHO B PA3JIMYHON CTETIEHU:
Y KPYITHBIX TMHO3aBPOB W MJIEKOTIUTAIOIIAX OHO MaK-
cUMaJibHO, a 'y JuccampuOuii 1 yelryiuaTbiX pernTu-
JIUIA OHO BBIPAXXEHO €J1ab0 WM OTCYTCTBYET COBCEM
(Skutschas, Stein, 2015; de Buffrénil, Quilhac, 2021b).

OmnpeneneHne B3POCIONW CTagAWUd TWHO3aBPOB
Mo HaJIn4uio obmMpHoro I'aBepcoBa 3aMeleHUS —
OIWH M3 HauboJee YaCTO UCIIOIb3YeMbIX TUCTOJIOTH-
YeCKUX OHTOTeHETMYECKIX MapKepoB (CM., HalIpuMep,
Skutschas et al., 2017 u Bapinaev et al., 2023; puc. 54,
5B). Ing Hauboiee Xopolio (10 CpaBHEHUIO C APY-
TUMH OTWHO3aBPaMM) TUCTOIOTMUYECKHM M3YUYEHHBIX
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TUTAaHTCKUX TMHO3aBPOB-3aBPOTON CTeTieHb [aBep-
COBa 3aMEIICHUS UCTIONB3YETCST HE TOJBKO IJIST OTpe-
JIeeHusl cTaauil oHToreHesa (IOBEHMWJIbHas, cyOa-
JyJIbTHAs, B3pOCJiasi) U BbIAEIEHUS] TUCTOJOTMYECKUX
oHToreHeTuueckux craauii (histological ontogenetic
stages, HOS; Klein, Sander, 2008), HO 1 115 BBISIBJIC-
HUS OTHOCHUTEIHLHOTO BO3pacTa yxKe B3pOCIbIX 0cobei
1o ctanusM pemozeanHra (remodeling stages). bouio
MoKa3aHo, YTO YeM cTapliie B3pOcCaoe KUBOTHOE, TEM
0oJibllle TeHepaluii BTOPUYHBIX OCTEOHOB 00pasyeTcs
B IutoTHOM ['aBepcoBoii koctu (Mitchell et al., 2017)
1, COOTBETCTBEHHO, HAJIMYME HECKOJBbKUX TeHepaInit
BTOPUYHBIX OCTEOHOB TOXE SIBJISIETCS OHTOT€HETHYE -
CKUM MapKepOM.

Oco0y1o poib olLieHKa cTereHu [aBepcoBa 3ameltie-
HUS chITpajia MPU OMpeaeIeHU OHTOTEHETUIECKOTO
craTyca MeJKux (KapJMKOBBIX) 3aBpOIIO 3amaaHOK
EBponbl: Europasaurus holgeri 13 BepXHEIOPCKUX OTJI0-
xxeHuit [lepmanuu u Magyarosaurus dacus U3 BepxHeMe-
JIOBBIX oTIIOXeHni Pymbraum (Sander et al., 2006; Stein
et al., 2010). O6GHapyxeHHEe KOCTeil MeJIKOpa3MepPHBIX
3aBpOTION TTOPOAWIO ABE OCHOBHBIC TMITOTE3bI: Haii-
JNEHHBIE OCTATKU MPUHAIJIEXAT KapJUKOBBIM (hopMam
U MeJIKME pa3Mephl SIBISIIOTCS Pe3yJIbTaTOM «OCTPOBHO-
ro adekra» (B Te BpeMeHa COBpeMeHHasi TeppUTOPUs
3HAYMTETBHOM YacTH 3amamHoii EBpoITsl mpencTaBisiia
c000i1 psi OCTPOBOB) JIMOO ITO OCTATKU IOBEHWILHO
¢opMBI KaKOTO-TO KPYITHOTO 3aBpornona. B pesynbrare
TMCTOJIOTUYECKOTO aHaIu3a (B MepByIo oyepeb, Mo Ha-
Juuuio obiupHoro [aBepcoBa 3aMellieHUsT B KOPTeK-
ce) OBUIO BBISIBJIEHO, UYTO 3K3eMIUISIpB Europasaurus
u Magyarosaurus UMEIOT CTPYKTYpy KOCTEeW, MIOeH-
TUYHYIO CTPYKTYpPE KOCTEH IMOTHOCTBIO 3pEIbIX MU
CTapbIX 0COOE APYrux TaKCOHOB 3aypornoa. Takum
oOpa3zoM, ObLIO MOATBEPXIAEeHO, UTo Europasaurus
u Magyarosaurus sIBISLIUCH KapJIWKOBBIMU OCTPOBHBI-
mu popMmamu (Sander et al., 2006, Stein et al., 2010).

dopmupoBaHue BTOPUYHBIX TPAOEKY/I B Ty0YaTOM
cJioe, KaK MpaBUIO, UJIET OJHOBPEMEHHO C OOIINP-
HbIM ['aBepCcoOBbIM 3aMellleHUueM, 1 00a OHTOTeHEeTH -
YeCKMUX MapKepa OOBIYHO OTMEUalOTCs OJHOBpPEMEH-
HO. DTO MPOCJIEKNBAETCS HE TOJIBKO Yy JUHO3aBPOB
(cm. Skutschas et al., 2017), HO U y APYTUX TeTpamo
C BBIPaXKEHHBIM BTOPUYHBIM PEMOJICIUHIOM, HATIPU-
Mep y napeitazaBposB (Boitsova et al., 2019).

OBIIEE 3AKJTIOYEHUE

HaxkomnieHue 3HaHUI MO3BOJUIIO PEKOHCTPYUPO-
BaTb OHTOT€HETUYECKME U3MEHEHUSI B TUCTOJIOTUYE-
CKOM CTPOEHUM KOCTEM pa3HBIX MCKOITAaeMbIX TeTpa-
rmon. JIJsi oTaeNnbHBIX TPYIIT MCKOIIAeMbIX TETPAMo
BBISIBJICHHbBIE OHTOT€HETUYECKIE U3MEHEHUSI TI03BO-
JIVJIA BBIACJIUTH TMCTOJIOTMYECKHUE OHTOreHeTu4Ye-
ckue cragum (histological ontogenetic stages, HOS)
M COOTHECTHU UX C OCHOBHBIMU CTaAUSIMU OHTOIeHe3a
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Puc. 5. IlonepeuHble cpe3bl KOCTEI KOHEUHOCTEN 1 pedep UCKOMaeMbIX TETPAIo/l B MOJSIPU30BAHHOM CBETE C BOJHOBOM
TUTAaCTUHKOM. A — TTO3IHEMEIOBOM YTKOHOCHIN AMHO3aBp, cpe3 OenpeHHoi KocTtu (cM. Bapinaev et al., 2023). KopTekc 1e-
JINKOM C(HOPMHMPOBAH BTOPUYHBIMU OCTEOHAMU — ITPOM3OIILIO IMOJTHOE 3aMelleHe TTIEPBUYHOM IMepUOCTEINATBHOM KOCTH
Ha BTOPUYHYIO KOCTb C 00pa3oBaHKUeM IJIOTHOI [aBepcoBoit KOCTH, Clle10BaTeIbHO, XKMBOTHOE SIBJISIETCST B3POCBbIM. b —
TMO3THEIOPCKUI cTeT0o3aBp, cpe3 pedbpa. O6paTnTe BHUMaHWE Ha BTOPUYHBIE TPaOeKyJbl, cpOpMUPOBAHHBIE JTaMEJUISIPHOM
KOCTBIO. B — T03mHeMeI0BOIt 6a3aIbHbII OPHUTOMUMMI, Cpe3 OeApeHHOI KOCTH KpyITHOM ocobu (cM. Skutschas et al.,
2017). Koprekc 1enukoM cpopMupoBaH BTOPUYHBIMU OCTEOHAMU — MPOU3OILIO MOJHOE 3aMEleHUE TIEPBUYHOI Mepro-
CTeTMaTbHOM KOCTU Ha BTOPUYHYIO KOCTh C 00pa3oBaHMeM IIOTHOM [aBepCcoBOIi KOCTH, CIeIOBATEIBHO, XXUBOTHOE SIBJISI-
eTcs B3pocabiM. I” — MO3mHEMeNoBOM nTepo3aBp Azhdarcho lancicollis, cpe3 KocTh KOHEYHOCTU. Hanmume omHOBpeMEeHHO
BHEIIIHETO0 U BHYTPEHHETO KPYTOBBIX CIOEB CBUAETENBbCTBYET O TOM, UTO XXUBOTHOE siBsieTcst B3pocibiM. ICL — BHYTpeH-

HUit Kpyropoii cioit, OCL — BHEUIHUI KpyroBoii Coit.

(Klein, Sander, 2008). Kaxxaas oHTOreHeTU4ecKasl Ti-
CTOJIOTMYECKasl CTaausl OXapakKTepu30BaHa PsIIOM -
CTOJIOTMYECKUX MapKepoB. [TOCTOSTHHO MPOUCXOAST
JOEeTaan3alMsl OHTOTEHETUYCCKUX THCTOJIOTUYECKUX
CTallMii ¥ TOITOJTHEHUE MX OTIMCAHUI HOBBIMM THCTO-
JIOTUYECKMMH MapKepamu. B mepcrekTuBe TicTono-
rMYeCKUe OHTOIeHETUYEeCKHUe CTaaur OyIyT Bblaese-
HBI JUTSI OOJTBIIMHCTBA TPYIIIT MCKOITAeMBIX TeTPaIloJ
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U onpeneneHrue OTHOCUTEIbHOIO BO3pacTa 1o TUCTO-
JIOTUYECKUM Cpe3aM CTaHET CTaHAapTU3UPOBAHHOM
PYTUHHOIT pOoLEeaypO.

Kaxnaplif U3 TUCTOJIOTUYECKUX MapKepoOB MMEET
CBOM OrpaHUYEHUS JJIsl IPUMEHEHUS B ONpeneieHun
OHTOreHEeTUYeCKOM cTaauu. JIydimM BBIXOJAOM SIB-
JISIETCSI KOMIIJIEKCHOE MTPUMEHEeHNE HEeCKOJbKUX TH-
CTOJIOTUYECKNX MAapKEPOB Cpasy U, €CJIM BO3MOXHO,
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MpuBJIeYeHUE MOP(HOTOTUISCKUX TaHHBIX IS OTIPE-
JieJIeHUs1 Bo3pacTa.

OcraeTcs HepelleHHbIM Lebli psaa ¢pyHIaMeH-
TaJIbHBIX OMOJIOTUYECKMX BOIIPOCOB, CBSI3aHHBIX, Ha-
IpuUMep, CO CKeJIeToXpoHoyorueit (popMmupoBaHue
Y IIpUPOJa POCTOBBIX METOK, BHEIIHEN (pyHIAMEH-
TaJIbHOI CUCTEMBI) U XapaKTepOM POCTa y MHOTHUX Te-
Tpanon. JlaHHbBIe BOIIPOCHI TOJKHbBI OBITh PEIIEHBI IIPU
M3yYeHUU COBPEMEHHBIX (hOPM.
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DETERMINATION OF INDIVIDUAL AGE AND ONTOGENETIC STAGES
OF FOSSIL TETRAPODS USING PALEOHISTOLOGICAL METHODS
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The determination of individual age and ontogenetic stage (juvenile, subadult, adult) of fossil vertebrates
is important for the initial determination of taxonomic affiliation, as well as for further evolutionary
and paleobiological interpretations. Determination of individual age and ontogenetic stage (= relative
age) is carried out by various methods, including paleohistological analysis. The study of thin sections
of tetrapod bones allows us to assume how many years the animal lived (skeletochronological method)
and to determine the ontogenetic stage according to a set of age-related histological markers: change in
the type of bone matrix and vascularization, change in the distance between growth marks, formation
of the external fundamental system (EFS), formation of the inner (endosteal) and outer (periosteal)
circumferential layers (OCL, ICL), occurrences of secondary remodeling — Haversian substitution and
formation of trabeculae. Depending on the phylogenetic position and biological peculiarities of the study
group of tetrapods, the set of age “histologic markers” may be different.
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