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Bricokast ©BMEHUYMBOCTh Y aMMOHUTOB BO MHOI'OM OOYCJIOBJIEHA pa3HOOOpa3ueM coueTaHUA BHYTPUBUIO-
BBIX TeTepoXpoHuii (6pamuMopduu, TaxumMopGuu, OpagurepOHTUN U TAXUTE€POHTUN) Y MOIYJISIPHOCTBHIO
paszButusi. Ha mpumepe pona Arcticoceras mokazaHo, YTO T€TEpOXPOHUM Pa3HOIo 3HaKa MOTYT COYETaThCs
10 JIIOOOMY YMCITY IIPU3HAKOB, IIPY 3TOM BHYTPUBUIOBBIE T€TEPOXPOHUM OTINYAIOTCS OT (PUIOTCHETHYe-
CKHMX MEHBbIIEH IUPOTOit U OOJIBIIMM YMCIOM codyeTaHUuli. M3yyeHne TakKiux COYeTaHUM MO3BOJIMUIIO Bblae-
JINTh BHYTPUBUOOBEIE MOP(BI X IIPOBECTH PEBU3UIO IIPUTOTHBIX BUIOB Arcticoceras. Ha ripoTsokeHUM paH-
Hero U cpenHero 6arta sBomtolus ceMmeiictBa Cardioceratidae mpoucxoauia Ha OCHOBE pPa3IMUHbBIX TTEJ0-
Mopd030B, IOCJIEe YeTo, IIPH ITOSIBJICHUY KaIollepaTUH, IIOIILIA 110 ITyTU aKCeJIepallim.

Karoueesbie croea: TeTEpOXPOHUN, MO3aMIHOCTh Pa3BUTHUS, TaKCOHOMMSI, aMMOHUTHI, Cardioceratidae, 6at-

CKU XpOH
DOI: 10.31857/S0031031X20010067

B mocnemHee BpeMsi HaOiogaeTcss o4yepeaHoe
BO300HOBJICHME MHTEPECA K aHAIU3Y TeTePOXPOHMIA
Yy COBPEMEHHBIX M MCKOMaeMbIX OpraHu3MoB. Bo
MHOT'OM 3TO CBSI3aHO € pa3pabOTKOI KOHIENIIUU MO-
IYISIPHOCTU — OTHOCUTEILHO HE3aBUCUMOTO (MO3a-
WYHOTO WJIM AUCCOLUMPOBAHHOIO) Pa3BUTHS B OHTO-
reHe3e OpraHoB, NPU3HAKOB U UX COYETaHMId, KOTO-
pBIe paccMaTpUBAIOTCS KaK MOIYJIU, OMPeIelIsIIOIINX
CTPYKTYPHYIO CJIOKHOCTh opranusMma (Mcaesa, 2014).
ITpu MonynsipHOM pa3BUTUU TETEPOXPOHUU TI0 pas-
HBIM OpuU3HaKaM (GOPMUPYIOTCSI C Pas3sHOM CKOPO-
CThIO, UYTO CYIIECTBEHHO YCIIOXHSET MepUOINU3ALIIO
MopdoreHesa (OHTOreHe3a) U IUArHOCTUKY TaKCO-
HOB, KaK MUHMMYM, BUIOBOTO paHra. 1o sToii mpu-
YUHE U3ydeHUEe U3MEHUYMBOCTU CKOPOCTU Pa3BUTHUS
MO0 KOMILIEKCY MPU3HAKOB UMEET HE TOJIbKO TeOPETH-
YecKoe, HO M MpaKTUdecKoe 3HaueHue. B ocHOBHOM
OHO JIa€T BO3MOXHOCTb OCYIIIECTBUTb PEBU3UIO TAKCO-
HOMMWYECKOTO pa3HOOOpa3usl, ONpeaeIUThb 0ojiee 00b-
€KTUBHbIE TPAHUILI TAKCOHOB U COKPATUTh YMUCIIO
MPUTOIHBIX BUIOB, €CJIM OHM TIPEACTABIISIIOT pa3HOTO
poaa Mopdbl WY BapyuallMy BaluIHbBIX BUIOB.

HeonunHakoBOCTb TEMITOB W3MEHEHUM pas3iny-
HBIX IPU3HAKOB OAHOTO U TOTO Xe OpraHm3Ma B OH-
TOreHese wiu ¢uioreHese — QyHIAMEHTalbHbIA
MPUHLIMI KOHLEMIMU FeTEPOXPOHUIT, KOTOPbIi TTO-
CTYJIMPOBAJICS B OOJILIINHCTBE pabOT TEOPETUYECKO-
ro riaHa Ha 3ty TeMy (Cope, 1868; Cesepuos, 1921,

20

1939; IlImanwraysex, 1938; 1939; De Beer, 1940;
Gould, 1977, McNamara, 1986 u ap.). Ha ocHoBaHuM
9TOr0 MPHUHLIMNA TPEMIOKEHO pa3inudaTh OOIIYIO
(MU 1I06aTIbHYI0) TeTePOXPOHUIO, OCYIIECTBIISIIONTY -
I0CsI B MaciTabe BCEro OpraHu3Ma, U JUCCOLIMUPO-
BaHHYIO (JIOKQJIBHYIO, MO3aWYHYIO) TeTEPOXPOHUIO,
KOTOpasi MPOSIBJISIETCSI JIMIIb Y OTAEIbHBIX TPU3HAKOB
(McKinney, 1984; McKinney, McNamara, 1991).
OTOT K€ NMPUHLIUI IIPUMEHSETCS TIPU aHaAJIU3e ApY-
I'MX pa3HOBUIHOCTEN rerepoxpoHuii. B yacTtHocTH,
BO3MOXHOCTb JTUCCOLIMUPOBAHHOIO PAa3BUTHUS IIPU-
3HAKOB TIPEAIIoJaracTcs B OOIbIIEH CTEIIeHU IJIs He-
OTEHUU, MNOCTAUCIUIaAfiCMEeHTa, akKcelepaluu, Ipe-
JUCIIIAiCMEHTAa Y, B MEHBILIEH CTENeHu, IJIs1 Impore-
Hesa u rutriepmopdosa (McNamara, 1986). B kpaitHem
BbIpaxkeHUU TaKasi MO3aUYHOCTh MOXET IMPUBECTU K
CUTyallly, KOTIa B OHTOT€HEe3€e OJTHOTO U TOTO XKe Op-
raHM3Ma o OJHUM TIPU3HAKaM ITPOUCXOIUT 3a0ePK-
Ka pa3BUTHS, a TI0 IPYyrUuM — yckopeHue (JIeoHOBa,
2012; McNamara, 2012).

AMMOHUNTHI KaK OOBEKT 15T U3YUEHUSI TETEPOXPO-
HUI1, paccMaTpUBaeMbIX B KaTeTopHsixX nepamopdo3sa
uian negoMopdo3a WK UX IMTOHSTUMHBIX aHAJIOTOB,
HUCTIONB3YIOTCST yke Oonee crta jer (Pavlow, 1901;
Schindewolf, 1925; Spath, 1932; NUBaHoB, 1945a, 0,
1976; Landmann, 1988; Korn, 1992, 1995; Land-
mann, Geyssant, 1993; JleoHosa, 2012, 2016; Leono-
va, 2015 u np.). OCHOBHBIM IIpEeIMETOM U3y4YEeHUS B
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TaKUX paboTax SIBJISIIOTCSI TeTePOXPOHUHU, MPUBOISI-
e K GUIOreHeTUYECKMM U3MEHEHUSIM U TTOSIBJIE-
HUIO HOBBIX TAaKCOHOB. ['opasno pexke MmyOJIUKYIOTCS
pe3yNIbTaThl U3y4eHUsI BHYTPUBUIOBOM M3MEHUYNBO-
CTH 3aJiep>KeK WJIN YCKOPEHMST Pa3BUTHUST OTACIbHBIX
MPU3HAKOB WM LIEJIOr0 KOMITJIEKCa, HabIIogaeMble B
OHTOTeHe3e OTHEIbHBIX ocobeil. Takas M3MEHYU-
BOCTb M3ydYajlach KakK y IaJc030MCKUX aMMOHUTOB
(Schmidt, 1924; Korn, Vohringer, 2004), Tak u y Me-
3030iickux (Muxanbckuii, 1890; MBanos, 1945a, 0,
1976; Dommergues et al., 1986; Landmann, 1988;
Murtta, 1990; Courville, Cronier, 2003; Kucenes, Po-
ros, 2018).

SBiaeHre MOAYISIPHOCTH Jydllle TIPOSIBJISIETCSI BO
BHYTPUBUIOBOI M3MEHUYMBOCTU OHTOT€HETUUECKUX
MPOLIECCOB, HEXeJIM B (hUjoreHese, riae yxXe BUICH
KOHEYHBII pe3yabTaT TaKuX u3MeHeHui. Auccouum-
POBaHHOCTb Pa3BUTUSI MMPU3HAKOB PAKOBMHBI aMMO-
HUTOB MOXHO HaOJ101aTh B TOM cllyyae, KOrjaa usy-
yaeTcss MOpGOreHe3 OTHOBPEMEHHO MO HECKOJIbKUM
MpU3HaKaM, TIpU YCIOBUU YETKOMN (hUKCcALMU U3Me-
peHUii mapamMeTpoB MPU3HAKOB K IMAMETPY PaKOBU-
Hbl. Yxe A.H. UBanoBbIM (1945a, 1976) Ha mpuMepe
pona Kepplerites ObUIO MOKa3aHO, YTO OCHOBHBIC
MPU3HAKKU, WCTOJb3YyIOILIMECs IS Mepuoau3aluu
MopdoreHesa [AMamMeTp pakoOBUHBI, TTPU KOTOPOM:
a) ncye3alT OOKOBbIE OYyropku, 0) yCTbeBO€ OTHO-
IIEHWE PAaBHO €IWHUIIE U B) OOKOBbIE OyTOPKHU TIO-
KPbIBAIOTCS MOCIEAYIOIIUM 000pOTOM | pa3BUBaIOTCS
pa3HBIMU TeMIIaMU, BCJIEICTBUE YEro Y Pa3HbIX 0CO-
Oeil rpaHulla MOPMOTreHEeTUYECKUX CTaauii MOXKeT
BBIIEJISITHCS 10 OJHOMY MPU3HAKY WJIM COYETAHUIO
JBYX WJIM TpeX MpU3HaKoB. TeM He MeHee, pa3rpaHu-
yeHue cramuii Mmopgorenesa y Kepplerites (cybkoc-
MOLIEPOCOBOM M KerIiepuToBoit) MBaHOBBIM TIpO-
BOJUTCS MO COYETAHUIO BCEX MPU3HAKOB, KOTOPbIE
CPEeIHECTaTUCTUYECKU W3MEHSIIOTCS TIOUTU CHUH-
XPOHHO.

Ecnu pasnuyHas CKOpOCTh Pa3BUTHS OTHEJIBHBIX
MPU3HAKOB CTaHOBUTCS (DUIOTE€HETUUYESCKUM TPEH-
JIOM, TO 3BOJIIOIMSI TAKCOHOB TTPOMCXOIUT ITyTEM 3a-
JNEPKKN WIM YCKOPEHMST Pa3BUTHUS OMHOTO WJIA He-
CKOJIbKMX MomyJieil. JIyist mpolieccoB (rioreHeTuye-
CKOTO 3aMeIUTCHUST pa3BUTHS TAKOM BU TeTEPOXPOHUI
61 HazBaH KMBaHoBbIM (1969) yacTmuHOI Opamure-
Hueii. BrocnenctBuu ToA00HBIE Pa3HOBUIHOCTHU,
OTMEUYeHHBIE 1 y APYTUX TeTePOXPOHUIA, OB Ha3Ba-
Hbl JokanbHbIMU (McKinney, McNamara, 1991).

OnHUM M3 CIEACTBUIT MOAYISIPHOCTU Pa3BUTUS
pPaKOBUHBLI Y aMMOHHUTOB MOXET OBITh IOSIBJICHUE
BBICOKOTO pa3HO0Opa3ust MOpGhOJIOTUUYECKUX TUIIOB
B TIpelesiaX OOJHOTO BHUIA. DTO CO3IaeT OIpelnesieH-
HBIC TPYIHOCTHU IJIsI CUCTEMATUKM, TIOCKOJILKY op-
MBI C PA3JIMYHBIM COYETAHUEM Pa3BUTUS TPU3HAKOB
Ha pa3HBIX CTaIusIX MOp¢OoreHe3a MOTYT BBIIEISITHCS
B CAMOCTOSITEIbHBIC BUABI. DTy IIPpo06IeMy Ipeajiara-
eTCSI PaCCMOTPETh Ha MpUMepe IOPCKUX aMMOHUTOB
pona Arcticoceras Spath, 1924, BaxHeiliiero crpaTu-
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rpaguueckoro penepa ajist 60peaibHOTO HUXKHETO U
cpenHero 6ara.

O BUAOBOM PASHOOBPA3HNHN
B POIAE ARCTICOCERAS

Pon Arcticoceras Spath, 1924 [Tum pona A. ishmae
(Keyserling, 1846)] aBnsieTcst BaKHEHIIIMM CTpaTU-
rpapruyecKmumM pernepom Ijist 00peaabHOro HUXKHETO U
cpenHero 6aTta, MMO3TOMY BOIIPOCHI €T0 CUCTEMAaTUKHU
¥ OLIEHKU BHIOBOTO pa3HOOOpa3us MMEIOT MpaKTH-
yeckoe 3HaueHue. B HacTosIee BpeMs1 OH BKJIIOYaeT
10 mpurogHbIX BUIOB U MMOABUIOB, a TAKXKE 4 HEMTPU -
TOMHBIX BUIA U 2 TIOAPOIa, ONUCAHHBIE TOJIBKO B PYy-
Kormcu. B cTtpaturpadmnueckoit npakTUKe 3TU BUIBI
MPUHSTO MCIOJb30BaTh KakK cTpaTurpadpudeckue
WHIEKCHI IJIsI pa3IMYHbIX 30H WIM MTHPPa30HAIbLHBIX
noapasaejeHuii. Mexny TeM, eCTh BECKMe OCHOBa-
HUSI CYUTATh, UTO OOJIBIIMHCTBO BBIACJIEHHBIX BUIOB
OTHOCSITCS K Mop(daM BHYTPUBUIOBOII M3MEHUNBO-
CTU 1, COOTBETCTBEHHO, SIBJISIIOTCSI HEBAJIUIHBIMMU.
D10 TpedyeT creuuralbHOU PEeBU3UU CUCTEeMaTUKU
polla Ha OCHOBE aHAJIM3a BCEX BUIOCIIELIM(PUIECKUX
MpuU3HAKOB. Bompockl peBU3MM JaHHON IPyINbl aM-
MOHUTOB OOCTOSITEJILHO pa3oOpaHbl B Mpeablaylieit
cratbe aBTopa (Kucenes, 2020), rme 1mokasaHo, 4TO
OOJIBIIMHCTBO IIPUTOAHBIX BUIAOB M TMOABUIOB —
A. ishmae (Keyserling), A. ishmae tenuicostatum Re-
pin, A. kochi Spath, A. pseudolamberti Spath, A. ste-
pankovi Tuchkov, A. excentricum Voronez, A. harlan-
di Rawson u A. pseudishmae (Spath) sBisirorcs
MJIAAIIMMKU CUMHOHMMaMu A. ishmae. BHyTpuBumo-
Basl M3MEHYMBOCTH A. ishmae HacTOJBLKO BBICOKA,
YTO 0COOM C KOHTPACTHBIM MOP(MOTUIIOM MOTYT
OIMMOOYHO pacCMaTPUBATHCS KaK CaMOCTOSITeIbHEIC
Buabl. HamMm Takue pa3HOBUAHOCTH 0003HAYEHBI KaK
MoOpdBbl, OTIMYAIONIMECS Pa3TUUYHbIM COYEeTaHUEM
MIPU3HAKOB, B IIEPBYIO ovyepenb (opMoii 000pPOTOB U
qacToToii pedep. I1penmooXXnTeIbHO, OCHOBHOM Me-
XaHU3M 3TOI U3MEHYMBOCTH CBSI3aH C TeTePOXPOHUSI-
MU, YTO 1 OyIeT pacCMOTPEHO B HACTOSIIIIEI CTaThE.

METOJIUNKA

M3MeHYMBOCTh CKOPOCTH pa3BUTHUS Y Arcticoc-
eras, KaKk M y IpyruXx aMMOHUTOB, BbIpaxkaeTcsi HEOI-
HOBPEMEHHbBIM TIOSIBJICHUEM Y pa3HbIX 0co0eil Xxapak-
TEPHBIX MPU3HAKOB, MO KOTOPHIM MOXET OCYILIECTB-
JISIThCS Ieproau3anys MopdoreHesa (oHToreHesa). K
TaKUM MpU3HAKaM B MEPBYIO o4epelb OTHOCUTCSI KO-
HEYHbIN TMaMeTp PaKOBUHBI, CTJaKMBaHUE peOpu-
CTOCTH Ha KOHEUHOW XWJION Kamepe, U3MEHEeH e T10-
KasaTeJsisl BeTBJIEHUSI pedbep B MopdoreHese 1 miaoT-
HOCTb TIEPBUYHBIX pebdep. DTU MPU3HAKM MHOTIA
paccMaTpuBalOTCs Kak JUarHOCTUYECKue ISl HeKO-
TOpPBIX BUIOB Arcticoceras (Menenuna, 1973, 1987;
Poulton, 1987; Callomon, 1993). TepmuHanbHas pa-
KOBMHa (KOHEUHas Xujas KaMmepa) y apKTUKollepa-
COB JIETKO pa3jinyaeTcsl 1o HAJIMUMIO psia crieuurdu-
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YeCKMX OCOOEHHOCTEM, K KOTOPBIM OTHOCSITCS CIIEy-
IOIIIMe: KOHEYHOE YCThe C BHIPOCTOM Ha BEHTPaJIbHOM
CTOPOHE; TITYOOKUIA TTPeAyCThEeBOI MEePeXXNM, 3aMeT-
HBII, B OCHOBHOM, Ha sipax; HeOOJbIION pa3BOpOT
YMOUJIMKA U TIOCTETIEHHOE WJIN PE3KOoe CTIakMBaHUE
CKYJIBIITYPHI BILIOTH IO TTOJTHOTO €€ NCUe3HOBEHUS.

st u3ydyeHusT UIBMEHYUBOCTU B KayeCcTBE YHU-
BEpPCAJIbHOTO XPOHOMETPA Pa3BUTHUS HCHOJIb3YETCS
IuameTp pakoBuHbl (rmo: MUBanos, 19456, 1976), oT-
HOCHUTEIBHO KOTOPOTO (PUKCUPYETCS MOSIBICHUE WU
WCYE3HOBEHME TOTO WJIM WHOIro MIpuU3HaKa. 3amen-
JIECHHOE pa3BUTHUE MPU3HAKOB MPUBOIUT K TOMY, YTO
MOp(dOTHUM, XapaKTepHbIii B HOpMe IIJIsl 6ojiee paH-
HUX 000pOTOB, HAOMIOMAETCSI Y HEKOTOPBIX OCOOed
pu OOJIbIIEM IUAaMETPe PaKOBUHBI (OpanuMopdus;
Schmidt, 1926). B oTnebHBIX c1ydyasx 3aaepKKa pas-
BUTHUSI MOXET IIPUBECTU K YBEIUICHUIO TEPMUHAJIb-
HBIX pa3MepoB uiu opagureponTuu (Teisseyre, 1889,
emend. Mutta, 1990). YckopeHHOe pa3BUTHE TIPU-
BOIUT K IIOSIBJICHUIO XapaKTEePHBIX IIPU3HAKOB IIPU
MeHblIeM quaMmeTpe [Taxumopdusa (Schmidt, 1926)]
WIM YMEHBIIEHUIO TUaMeTpa TepMUHAJIbHON paKo-
BUHHI [TaxurepoHtus (Teisseyre, 1889, emend. Mut-
Ta, 1990)]. CooTBeTCTBEHHO, B BHIOOPKE MOXHO pa3-
JINYaTh, C OJHONM CTOPOHBI, OpaIUTePOHTHBIC, HOP-
MOI'€POHTHBIE 1 TaXUTCPOHTHBIE BK3EMILISIPBI U, C
JIpyroit — opaguMopdHbIe, HOPMOMOPQHBIEC U TaX1-
MopdHble. HopMma pa3BuTus ornpeneaseTcs: o cpe-
HECTaTUCTUYECKUM ITOKA3aTeJIsIM.

OcTajibHble TIPU3HAKW PaKOBUHBI (MapaMeTpbl
MPOTIOPIIMiA MOTIEPEYHOTO CEUeHMsI, OTHOCUTEJIbHbII
IuaMeTp yMOuJIMKa U yacToTa pedep) Takke MOTYT
KCIIOJIb30BaThCs JJIs1 MepUoau3aliuu MopdoreHesa.
Tem He MeHee, aHaIM3 reTEPOXPOHUI MO HUM 3a-
TPYAHEH, IIOCKOJbKY WMEIIIUICcs Marepual He
MPUTONEH [Jis M3y4yeHUs TUX MPU3HAKOB Ha BCeX
000poTax y KaxJIoro 3K3eMIUIspa B KauyeCTBEHHOM
BbIOOpKE. B OCHOBHOM, M3MEpPEHUSI 3TUX IPU3HAKOB
yaaeTcs caesiaTh Ha OAHOM-IBYX COCETHUX 000pOTax.

st oueHku addekTa 3ameneHus: Wi yCKope-
HUs pa3BUTHS MCIIONB3YeTCS TOHSTHE WUPOMbL ee-
mepoxponuu. s BHYTPUBUIOBBIX TETEPOXPOHUI
OHa BBIYMCJISIETCSI KaK BpEeMEHHasl UJIW pa3MepHast
MIPOOOKUTENILHOCTL MoOpdoreHe3a (OHTOreHe3a)
0co0M, COOTBETCTBYIOIIAS BETUUYNHE FeTEPOXPOHHO-
ro CIBUra OTHOCUTEJIbHO TOM CTaIuU WJIM MOMEHTA B
MopdoreHe3e, KOTOPbIE XapaKTepU3YIOTCS CPeIHU-
MU BeJIMIMHAMU TIpU3HaKa IJ1s1 Bceit Beioopku. Ilep-
BOHAaYaJIbHOE 3HAUYEHUE IIIUPOThI FT€TEPOXPOHUU BbI-
YUCIISIETCS B pa3MEePHBIX BEIMIMHAX (IMaMeTp paKo-
BUHBI), ITIOCJIE YEro OHO IIePEeBOIUTCS B YHMCIIO
000pOTOB pakKOBUHBI. 7151 (proreHeTUHYeCcKux rere-
POXPOHMI IITMPOTa BEIYUCIISIETCS KaK MHTEPBATl MEXK-
Iy TEeMU MOMEHTaMU B MopdoreHese npeaka u 1mo-
TOMKa, TIe 3a(UKCUPOBAHBI CpeIHECTATUCTUIECKIE
3HaYCHUS TTpHU3HaKa.

Martepuanaom i U3ydeHus: Arcticoceras Ha Tep-
MUHAJILHOM CTaguy pa3BUTUS TTOCITYKUIIN 23 KOHEY -

HBIC XXWIbIe KaMephl, U3 KOTOPBIX 12 3K3eMILISIPOB
TIPOMCXOIAT U3 pa3pe3oB OacceitHa p. [leyoprnl. Boi-
OopKa IS M3MEPEHUI MPU3HAKOB Ha BHYTPEHHUX
oboporax coctasisieT 102 3K3., U3 KOTOPBIX OKOJIO
MOJIOBUHBI ITpoucxonsaT u3 Tumano-Iledopckoit Tep-
pUTOpUM, a OCTajJbHBIE U3 Pa3JINYHBIX PETMOHOB
Apxktuku (CeBepHas u Bocrounas Cubups, HoBas
3emnas, Ilnunoepren, Bocrtounas I'pennangus,
Apktunyeckasi Kanana). U3aMepeHus cienaHbl Kak Ha
caMUX 9K3eMIULSIpax, Tak 1 110 ¢poTorpadusM OpUri-
HaJIOB M3 MyOJINKalInii.

MN3MEHYMNBOCTb CKOPOCTH
MOP®OT'EHE3A ¥ ARCTICOCERAS

Koneunwiit duamemp paxosunwvt (KJ1), uamepsieMbliii
BOJIM3M KOHEYHOIO YCThsl, XapaKTepu3yeT MOMEHT
€CTECTBEHHOI'0 3aBeplIeHUs] OHTOreHe3a (CEHMJIb-
HYIO CTaguio). Y apKTUKOLIEPACOB OH BapbUpYyeT B
IIUPOKUX Tpeaenax, oT 110 go 161 mm. CpenHee 3Ha-
yeHue, (pUKCcUpyloliee HOpMy, COCTaBIsieT 128 MM.
Bce sk3eMIUISIpbI, UMEOIINE MEHBIINNA KOHEUYHBIN
IUAMETp, CIeayeT paccMaTpuBaTh, KaK OBICTPO CTa-
pelone, uau TaxurepoHTHele (tadma. III, dwur. 4;
cM. BKIIeliKy). COOTBETCTBEHHO, 3K3eMILISPHI C
GOJBIINM KOHEYHBIM AUAMETPOM SIBIISIIOTCSI Opamu-
repoHTHbIMU (Taba. IV, ¢ur. 1, 5; cM. BKIeHKY).
O06J1acTh HOPMOTEPOHTHOCTU (ITPEUMYIIECTBEHHO
HOPMaJIbHBIX 3HAYECHUI BOJIM3U CPEIHETO) OIpee-
JISIETCS CTATUCTUYECKU U LIS TAHHOI BHIGOPKU COOT-
BETCTBYET MHTEpBaJly 3HaueHuili ot 123.7 MM 10
149.5 mM. B 31011 o6mactn HaxognTces 13 3K3., U3 KO-
TOPBIX 9 TIPOUCXOISAT U3 pa3pe3oB OacceitHa p. Ilevyo-
pbl (Tadu. 111, ¢ur. 2, 3), 2 9k3. u3 CeepHoii Cubu-
pu, 2 3k3. u3 BocrouHoit I'peHnaHmumu 1 onuH M3
IOxona (puc. 1). K TaxurepoHTHOI1 0061acTH 3Ha4Ye-
Huit (KJI MeHbie 123.7 MM) OTHOCSATCS 3K3E€MILISI-
pBI, B OCHOBHOM, M3 T€X e PeTMOHOB, 32 UCKJIIIoUe-
HueM Cubupu. B OpamurepoHtHoii obGnactu (K]
6osblie 149.5 MM) Mevyopckue 3K3EMILISIPbl OTCYT-
CTBYIOT, HO MOSIBIISIIOTCSI K3eMILUISIPbI U3 OKPECTHO-
creii CapaTtoBa, a Takxke u3 CeBepHoit Cubupu u Bo-
cTouHol I'peHnaHIuu.

B nanHOI1 KapTUHE He HAOII0AAETCS HUKAKOM Cy-
IIECTBEHHOM 3aKOHOMEPHOCTH, B OCOOEHHOCTH, €CIIU
Y4ECTb HETOCTATOUHOCTh BBIOOPKHU TI0 OOJIBITMHCTBY
peruoHoB, kpoMe TumaHo-Ileyopckoro. M3meH4u-
BOCTH IT€UOPCKUX APKTUKOLIEPOCOB MOXKHO CUMTATh
ymepeHHol (Koaddunment Bapuaunu 8.2%). Ore-
HUTb U3MEHYMBOCTb MOMYJSLUUNA APYTrUX PEerMOHOB
Ha MMEIOIIeMCs MaTepuraie 3aTpyaHuTeIbHO. OmHa-
KO, €CJIY TIPUHSITh MaciuTad M3MEHUYMBOCTU MEYOp-
CKOI MOMYJISIIIAM KaK €CTECTBEHHYIO 1JIsi Arcticoc-
eras, TO IUarna3oH M3MEHUYMBOCTU apKTUIECKUX I10-
MYJISIIAA J0JKEeH OBITh CYIIIECTBEHHO I PE.

Cenaxcueanue pebpucmocmu Ha KOHEUHOU HCUAOU
kamepe. Y Arcticoceras, Kak 1 y OOJIbIIMHCTBA apKTO-
HedaluTUH, Ha TepMHUHAJIBHOM O0OpPOTEe M KOHEY-
HOW XXMJIOM KaMepe MPOUCXOIUT PeAyKLMS CKYJbII-
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A. ishmae (Keys.) — okp. CaparoBa
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A. ishmae (Keys.) sensu Poulton

CesepHast u Boctounast Cubupb

A. excentricum Voronetz — LT
A. lenaense Voronetz [MS]

BocTtounas I'pennanaus
A. kochi — PT
A. cranocephaloide Callomon — HT, PT

Puc. 1. PacnipeneneHue 3k3eMIUIsIpoB Arcticoceras HUXKHETO U CpeiHEero 6ara 1o pasMepy 30Hbl peOPUCTOCTH HAa TEPMUHAJIb-
HOM 000pOTe U KOHEYHOMY TUaMeTpy paKOBUHBI. CILIONIHOM 3aIMBKO#1 MOKa3aHbl 00JIACTH HOPMBI 111 KOHEYHOTO AuaMeTpa

Y COXPaHHOCTH pebep.

TYpBI BIUIOTH O IIOJIHOTO €€ MCYE3HOBEHUSI, BCIICH -
CTBHE YETO HACTYIAaeT CTaausl IIagKol PaKOBUHBI.
IlIpu sTOM 06IacThL TepMUHAJIBLHOTO OOOpOTa, IIO-
KpBITast CKyJIbITypoii (L,), Mo pa3Mepy MOXET OTIIH-
4YaThCs Y pa3HbIX BUIOB, TIO3TOMY yIJIOBasl IJIMHA 3TOM
00JIaCTH MOXKET UMETh TIMAarHOCTUUECKOe 3HaUeHue. B
yactHoct, C.B. Menenunoii (1987) mpenmonara-
JIoCch, uyTo A. harlandi otmnyaercs ot A. ishmae, momu-
MO KOMIUIEKCA APYTUX OTIUYUATEIBHBIX TPU3HAKOB,
Gojiee TO3OHUM CINIaXXUBaHUEM pebep. BeposiTHO,
ATOT MPU3HAK AEUCTBUTEIBHO MOXET OBITh BUIOCTIC-
OU(UIHBIM TIPU YCJIOBUM CTAOMIBHOCTH €0 TPOSIB-
JieHust B MopdoreHese, 00yCIIOBICHHON HU3KOI 13-
MEHUYUBOCTBIO.

[J1st mpoBepKY 3TOM TMITOTE3bl U3ydyeHa BbIOOpKaA
9K3eMIUISIPOB Arcticoceras Ha CTaguy TePMUHAJIBHOMN
PaKOBUHBI, Y KOTOPBIX M3MEpPEHa JIMHA TJIANKOU U
CKYJIBIITYPUPOBAHHOI YaCcTU B YIJIOBBIX BEJIMYMHAX.
HauGosbliyto yacTh BBIOOPKM COCTaBJISIIOT 3K3E€M-
IsIpel U3 6acceitna p. Iledoprl, Ha OCHOBE KOTOPOIt
MOXHO CYOUTh O MacIITadax v Auarna3oHe U3MeHYN-
BOCTH 3TOTO MTpU3HaKa.
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Cpenu apKTHKOLIEPOCOB IIEYOPCKOM BBIOOPKU
BCTPEYAIOTCS 9K3EMIUISPHl COBEPIICHHO TJIaIKUe
(L. = 0°, ta6n. 111, dur. 4, 5) 1 yacTUIHO peOPUCTHIC
(360° > L, > 0°, Ta6m. 111, dur. 1-3, 6), npu 3T70M OT-
CYTCTBYIOT 3K3EMIUISIPbI, IIOJIHOCTBbIO IOKPBITHIE
ckynpnTypoit (L, = 360°). AnuHa peOpucToii yacTh
TepMHUHAIbLHOrO 060opoTa u3MeHsiercs ot 0° mo 169°
rpagycoB, cCpedHee 3HAaYeHHWE COCTaBJISIET OKOJIO
77.7°. U3MeHYMBOCTb 3TOI0 IIPM3HaKa OYeHb BHICOKA
(koaddunmeHT Bapuaunm 64%).

TaknuMm o0pa3oM, TTOJTOXKEHHE TOUYKU CIyIaKBa-
HUSI CKYJIBOTYPHI y TTedopckux A. ishmae nusmeHsieTcst
B HACTOJIBKO IIMPOKUX IIpeaesax, YTO BPSI JIU 3TOT
MpU3HAK MOXKET pacCMaTpUBaTbCs KaK TAKCOHOMU-
yeckuii. Hanbosnee BepossTHOE OOBSICHEHUE CTOJb
CYILIECTBEHHBIX KOJIeOaHUl ITpr3HaKa CBSI3aHO C U3-
MeHeHHeM ckopocT MopdoreHesa. [TockombKy pe6-
PUCTOCTb CBOICTBEHHA O0Jiee paHHUM CTaausIM pa3-
BUTHUS (cpemHue OoOOpPOTHI), a IJagKas pakOBHHA —
TEPMUHAJIBLHOM CTaAuM, TO KoJeOaHMe TOYKM CIJia-
JKUBaHUS pebep oTpaxkaeT 3aMeVIeHUEe WU yCKOpe-
HUE pa3BUTHUS. YBeJIMUeHME pa3Mepa peOpucToil ya-
CTHM KOHEYHOTro 000poTa CBUAETEILCTBYET O 3aME/I-



24 KNCEJIEB

JICHWUW pa3BUTUS, WIN OpagmMopdnn, 1 HA0OOpPOT,
YBEJIMUEHNM CEKTOpa IIaAKOM pPaKOBUHBI SIBJISIETCS
MIPU3HAKOM YCKOPEHHOT'O Pa3BUTHUS — TaXUMOP(PUN.

Jwvara3oH M3MEHYMBOCTHM BCEX paHHEOATCKUX
Arcticoceras, BKJTIodasi TaKKe 9K3eMIUISIpBI A. ishmae
13 okpecTtHocTeir CapaToBa M pa3jIUYHBLIX PETHOHOB
ApPKTHUKHN, HECKOJIBKO IIPEBHIIIAET TAKOBOM II€YOP-
ckoif momryssitmu: L, = 0°—215°, Mexay teM Koadh-
dULMEeHT BapualMu JUIsSI BCE BHIOOPKM HEMHOTO
MeHblIe — 53.5%. DTO CBUIOETENILCTBYET O TOM, UTO
M3MEHEHHE CKOPOCTH MOp(oreHe3a y BCeX paHHE-
0aTCKMX apKTUKOLIEPACOB IMPOUCXOIUT NPUMEPHO B
OIHUX U TeX XXe rpaHUlIaX.

B oTtinnume ot A. ishmae, apKTUKOLIEpachl CpeaHe-
ro O6ara (A. cranocephaloide) oTimuyaioTcs OTCyT-
CTBUEM CTalNM TaaKoii pakoBuHbI (L. = 360°). Eciin
BKJIIOYUTH B BEIOOPKY Arcticoceras 3K3eMILISIPbl KaK
U3 paHHEro, Tak U cpelHero 6ara, TO KapTUHa U3-
MEHUYMBOCTU HECKOJIBKO MEHSIETCS: ITOBBILIACTCS
cpelHee 3HauYeHUe MOJOXEHUSI TOUKHU CIJIaXKMBaHUS
pebep (129°) u crangapTHOE oTKIIoOHeHuUe (58%). O6-
JIaCTb HOPMOMODPMHBIX 3K3EMILIIPOB HAXOAUTCSI B
nuanazoHe L. = 70°—231.7°. boyiee HU3KUE 3Haue-
HUs, BIUIOTH 10 L, = 0°, XapakTepHu3yroT 00J1aCTh Ta-
XUMOPMHEBIX 0c0o0eii, 60s1ee BEICOKIME — 00JIacTh Opa-
nuMopdHbIX. PaHHe6aTCKMe MONyJISIUA HE TIEpeXo-
I89T B OpaguMopdHylo 00jacTh U TipeodlianaloT B
HOpMOMOP(DHOI1 (63% 5K3eMILISIPOB).

Bemenenue pebep. Y apKTUKOIIEpacOB BETBJICHUE
MEPBUYHBIX pedep MPUBOAUT K TOSIBJICHUIO BYpa3-
NeJIbHBIX WU TpeXpas3aejbHbIX BTOPUYHBIX peodep,
MpU 3TOM OJHO M3 BTOPUYHBIX pedep MpU HETJIoT-
HOM TIpWIeraHuM K TOUYKE BETBJIECHUSI MOXET pac-
cMaTpuBaThecs Kak BctaBHoe. Ha cpenHux obopoTax
(D = 30—60 MM) npeob1agaoT ABOMHBIE peGpa, MHO-
ra 4Yepenyrolirecss ¢ MPOCTBIMU, UYTO BbIpaxkaeTcs
HU3KUM KoadduiimeHToM BetBieHus (ot 1 oo 2). Ha
B3pOCbIX o6opoTax (rmpu D > 50—60 Mm), Ha TTocen-
HeM obopote nepen KXKK, mpocTteie pedpa 0ObIYHO
3aMEHSIOTCS ABOMHBIMU, TMOSIBJISIIOTCSI TPOIiHbIE peod-
pa, 4To yBeIMUMBaeT KOA(P(PULIMEHT BETBJICHUSI MHOTIA
1o 3. Takum oGpa3oM, HU3KHUI1 TToKazaTeb BETBJIEHUS
XapakTepu3yeT 0osiee MOJIONIble CTalUu Pa3BUTHS, a C

BO3pacTOM OH yBenmumBaeTcs. COOTBETCTBEHHO, W3-
MEHUYMBOCTb B CKOPOCTU Pa3BUTHUSI IO IPU3HAKY
BETBJICHUIO pebep MOXET MPOSIBIISITECS WK B TIOHU-
KeHnM KoahduimeHTta BETBICHWS Ha B3POCIBIX
obopoTtax (Opanumopdus), WX B TOBBIIIEHUU KO-
¢ GUIIMEHTa BETBICHUS Ha CPeIHNX U paHHUX 000-
portax (Taxumopdusi).

st aHanu3a pa3BUTHUSI CTUJIS BETBJICHUS pebep B
MopdoreHe3e B TaHHOI paboTe MCITOIB3YEeTCs CITe-
MUATBHBIN MoKa3aTeslb — KyMYJISITUBHBIN Ko3dhdu-

£
LUMEHT BETBIECHUS R ;). OH BBIYMCIAETCS IS KaXI10-
ro pebpa Kak cpeaHee aprudMeTuIecKoe Ko3hhuIm-
enToB BeTBIeHUs R Bcex mpemiecTByromumx pedep:

R{i) = 1/n(R(fl) + ..t R(fn)). Kaxnslii ak3eMIusp
npelncTaBlIeH MOp(dOTreHeTUIYECKON KPWBOM, IJIMHA
KOTOPOI COOTBETCTBYET YMCITY HAOII0OAAaEMBIX pedep.
DK3eMIUISIpbl  Pa3HOTO MOP(MOreHeTUYEeCKOTO BO3-
pacTta MOTYT OBITh COITOCTABJICHBI JIPYT C IPYTOM I10
IaMeTpy PakKOBUHBI METOIOM IIPOIIOPLIMIA C BO3-
MOXKHOM OIIMOKOM 0KoJIo 4—5 pebep. Bribopka mo-
0oli monyasiuuu TMpencTaByisieT COBOKYMHOCTb OCO-
Oeil ¢ pa3TMYHBIM YPOBHEM TaXUMOPMUU UJIN Opaar-
Mopduu (puc. 2).

MN3meHeHne CKOpPOCTU pa3BUTUSI paccMaTpuUBae-
MOTO TMpU3HAKa XOPOIIO MPOSBISIETCS Ha ABYX IO-
clIeTHUX 000poTax Iepel CTagueil IJIagKoi pakKoBU-
HBI. Ha B3pocioii ctanum (mociaemHuit o000poT nepex,
cTagveil riaaakoil pakOBUHBI) OpaauMoOpgHBIE 3K-
3eMIUISIPEl XapaKTePU3YIOTCs IOKa3aTeJIeM BETBIIC-
HUS MeHbIe 2.1, HopMOoMOp(HBIE 3K3eMIIIIPhl Ha-
XOIATCS B MHTepBajie 2.1—2.6 u TaxuMop¢HBIE — BbI-
mre 2.6. Ha cpemHux cTagusix pa3BUTUSI 3TU TPAHULIBI
ONpEeIeIISIIOTCS MEHBIIMMI 3HAYSHUSIMU TTOKa3aTes
BETBJIEHUS: OpanuMopdHbIE 0COOU HaXOAATCS B 00J1a-
CTU 3HaYeHUuil MeHbile 1.2—1.6, HopMOMOp(dHBIE —
1.8—2.1, u TaxumopdHBIE — 60JIee BEICOKMMM 3Hade-
HusiMHu. Pacrnipenenenne MopgoreHeTUYeCKuX Kpu-
BBIX IIOKA3bIBACT CJICOYIONICE:

A. BOTBIIMHCTBO 9K3eMIUISIPOB XapaKTePU3YIOTCS
WUHIWBUIYAJILHBIM TPEHIOM pPa3BUTUSI BETBIICHUSI,
KOTOpPBIA, B 1IEJIOM, ONpENCsieTCs WJIM BHICOKMMU
3HAYCHUSIMHU 110 Bcell MOpPOreHeTUIeCKOil KpUBOM

Puc. 2. I3aMeHeHUE KyMYJISTUBHOTO KO3(h(hUIIMeHTa BETBICHUS R(fi) B MopdoreHe3e 3K3eMIUISIpoB Arcticoceras ishmae (Keys.)
13 pa3INMYHBIX pernoHoB bopeansHoit o6macTu. [1o ropusoHTanbHO# 0cu 0TI0XKeH N — OPSIIKOBBIIT HOMep pedep, TpY 3TOM
MUHHAManbHOE 3HaueHne (N = 0) COOTBETCTBYET ITocaeHEMY pedpy nepel cTaaneii rmagkoit pakosuHsl. HT — ronotun, LT —
sniekrorunt, PT — mapartun. BepTukaabHbIMK ITyHKTUPHBIMU JIMHUSIMU TTOKA3aHO YCPEIHEHHOE MOJIOXEHUE TPaHKUIL 000POTOB
(KO — koHeuHbIi1 060pOT). 3Be3004YKO0M 0003HAYeHO Havyaa0 KOHeYHOI Xuioit Kamepsl. 1| — Murtra, Cenbuep, 2002, Tabi. 3;
2 — k3. AApI'T1Y, Ne Dr/2-2; 3 — ak3. ApI'T1Y, Ne Dr/2-1; 4 — Mitta et al., 2015, ¢ur. 6-2; 5 — Mitta et al., 2015, ¢ur. 6-3; 6 —
ak3. Apl'T1Y, Ne Dr/2-4; 7 — Mitta et al., 2015, ¢ur. 5-1; 8 — Peniun u np., 2006, ta6iu. 8, ¢pur. 5 (=A. ishmae tenuicostatum
Repin — HT); 9 — Penun u ap., 2006, ta6n. 13, pur. la—r (=A. ishmae ishmae (Keyserling) — HT); 10 — Mitta et al., 2015,
¢ur. 5-2; 11 — aka3. SApI'T1Y, Ne Dr/2-5; 12 — sk3. ApIl'TTY, Ne AII3-7; 13 — aka. SApI'T1Y, Ne AJ13-2; 14 — ak3. SpI'TTY Ne A/13-10;
15 —9k3. SApl'TTY Ne AJ13-13; 16 — ak3. ApI'TIY, NeAJ13-11; 17 — ak3. AApl'T1Y, Ne AJ13-12; 18 — Poulton, 1987, ta6u. 20, ¢ur. 1;
19 — Poulton, 1987, ta6. 20, ¢pur. 5—8; 20 — Poulton, 1987, Ta6:. 19, ¢pur. 5; 21 — Poulton, 1987, ta6:. 19, pur. 2; 22 — Poulton,
1987, taba. 20, dwr. 3, 4; 23 — Poulton, 1987, Tabx. 21, dur. 5; 24 — Rawson, 1982, Tabax. 2, dur. 2; 25 — Rawson, 1982, Tadn. 2,
dur. 4 (=A. harlandi Rawson — HT); 26 — Rawson, 1982, ta6u. 2, dwur. 7; 27 — Rawson, 1982, ta6a. 2, dur. 5.
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Taomma 1. CoyeTaHus pa3IUIHBIX MOTYCOB U3MEHEHUSI CKOPOCTH pa3BUTHs Y Arcticoceras o IByM IIpU3HaKaM — pa3-
MEpY 30HBI peObprcTOCTU Ha KoHeYHOM obopoTte (P3P) u KoHeuHOMYy nuameTpy paKOBMHHI (psif cBepxy). B BrIOOpKe

peaCTaBJICHDBI TOJIBKO 9K3EMILIAPLI C MOJIHOM KOHEUHOM >KUJIOH KaMepOﬁ. HI/I(I)paMI/I 0003HAYEeHO YUCIIO OK3CEMILIAPOB
B KaXIIOM COYE€TaHUU

TaxurepoHTHOCTH HopMmorepoHTHOCTH BpamurepoHTHOCTH Bcero
Taxumopduocts o P3P 2 3 0 5
HopmomopdHuocTs o P3P 2 9 3 14
bpanumopdHocts no P3P 1 1 1 3
Bcero 5 13 4 22

Ta6auma 2. CouetaHust pa3IMYHbBIX MOIYCOB UBMEHEHMUSI CKOPOCTU pa3BUTUS y Arcticoceras o TpeM Ipru3HaKaM — pas3-
Mepy 30HBI peOpurcTOCTH Ha KoHeYHOM obopoTte (P3P), koHeunomy nnamerpy pakoBuHbI (K) 1 xoadduimeHTy BeTB-
nenwust (KB). B dhopmyiie couetanus nepBoii 6ykBoii ykazaH moayc o P3P, Bropoii 6ykBoii — mo KB, u Tpetbeit — mo K|

Taxurepoutrocts (KJI) Hopwmorepontaocts (KJI) BpamurepontHocTh (K/I)

A M /2 /m A 22

s |22 g |82z % ¢

-

2 = 5 2 = 5 2 = 5

=y 2 s =y 2 = 5S) = 2

= o5 @ &= T @ = T Q
Taxumopdus o P3P TTT THT TBT TTH THH TBH TTh THDB Tbb
Hopmomopdusa mo P3P| HTT HHT HBT HTH HHH HBH HTB HHB HBB
Bpagumopdus o P3P BTT BHT BBT BbTH BbHH bBH bTh bHB bbb

(m1s1 ocobeii ¢ TaxuMOpP(hHBIM pa3BUTUEM) WUJIN HU3-
KUMHU 3HaYeHUSIMU (151 OpaarMOp@HBIX 0Cco0eit).
DTO CBUIETENLCTBYET O TOM, YTO YCKOPEHUE WM 3a-
MeIIJICHUEe Pa3BUTHS 110 JTaHHOMY IIPU3HAKY ITPUCYIIE
JUIST OOJIBIIIEH YacTW M3YYEeHHOI'O ceKTopa Mopdore-
He3a, a He JJI1 KAKMX-TO OTIAEIbHBIX ero ctammii. Kax-
J1ast 0coOb XapaKTepu3yeTcsl COOCTBEHHBIMM HAYaJIb-
HBIMU YCIOBUSIMU MOpQOreHe3a, OmnpeaelsiioiiMu
JaJlbHEIIIee pa3BUTUE, IIO3TOMY OTHOCUTEIIBHOE I10-
JIOKeHUEe WHIWBUIYAJTBHBIX KPHUBBIX, MPAKTHUYECKU,
He SIBJISICTCS BUAOCIIEHU(UIECKUM MPU3HAKOM.

b. Bribopka u3 6acceiiHa p. Iledopbl o4yeHb U3-
MEHUYMBa; TeM He MeHee, OOJIBIIMHCTBO U3YYEHHBIX
ak3eMILIIpoB (78 %) oTHOCHUTCST K HOpMoMopdam. K
9TOi1 XKe TpyIire MPUHAIJIEKUT U JIEKTOTUTT A. ishmae
(puc. 2). OcranbHble TPyNIbl — OpaguMopdHas U Ta-
XUMoOp(pHas, 3aHUMAIOT MOAUYMHEHHOE TOJIOXEHUE
(5 u 17%). PasznuyHble MOMYJISIMN 3TOTO PerrMoHa
HECKOJIbKO OTJIMYAIOTCS IIUPOTON M3MEHUYMBOCTHU:
BbIOOpKA C pa3pe30B AN3bBbl BKIIIOYAET TOJLKO K-
3eMILISIpbl M3 TaxuMOp(hHOM U HOpMOMOpP(dHOIt
IPYIIbI, B OTJUYKME OT BbIOOpKU ¢ p. MxkMmbl. To ke
caMoe OTHOCUTCSI K BBIOOpPKE apKTUKOLIEPAacoB U3
okpecTHocTeil CaparoBa. BeposiTHO, 3Tu pazanyust
HE OTpaxatoT peaibHble MPOBUHIIMATIbHbIE PA3TUY S
1 HOCST CIyJaliHbIN XapaKTep, 00yCJIOBJIEHHBIN He-
0OJIbIIIMM pa3MepOM BBIOOPKH.

B. BONBIIMHCTBO 3K3eMIUISIPOB TUIIOBOM CepUU
A. harlandi HaxonmsTCs B HMXKHEH 00JaCTM HOPMO-

MOpPGHOI IPyINbl U MOYTU HOBTOPSIOT MOPGOTeHE3
Jektotuna A. ishmae. JIuip HaMMEHBIINI 3K3eM-
wisip (Rawson, 1982, ta6ma. 2, ¢ur. 5) 4aCTUYHO OT-
HOCUTCS K OpanmMopdHOiT rpyIire. ApKTUKOIepachl
¢ FOxoHa xapakTepu3yloTcsi, B OCHOBHOM, 3HAYEHU -
MU TaxuMopgHO rpynmnel. B 3T0i1 rpyIie oHu 3a-
HUMAaIOT BBICOKOE IIOJIOXEHHE, MaJl0 CBOMCTBEHHOE
A. ishmae. Bo3aMoXHO, 3TU OTINYUS YK€ MOXKHO
TPaKTOBaTh KAaK TAKCOHOMUYECKUE.

Couemanus 6Hympusudosuix eemepoxponuii. Coro-
CTaBJieHHe KapTUHbBI U3BMEHUMBOCTH T10 TPEM MPU3HA-
KaM (KOHEYHBII JuaMeTp, pa3Mep 30HbBI peOpPUCTOCTU
Ha KO u mapameTp BeTBIeHUSI pebOep) MOKa3bIBaeT,
YTO U3MEHEHHUE CKOPOCTU Pa3BUTHUS TPOTEKAeT He-
OIVMHAKOBO MO pa3HbIM mpu3HakaMm. [To nBym mpu-
3HAaKaM MOXKHO BBIACIUTh HECKOJIBKO TUIOB TaKMX
COYETaHMI y PasMYHbIX IK3EMIUISIPOB (Tabs. 1).
HawnboJbliiee 41icio 3K3eMIUISIPOB HAXOOSITCS B 00-
smactu HopMbI (N = 9), omHAKO CyMMapHO BBIOOpKa
13 MapTUHaJbHBIX 00J1acTel YMCIEHHO MpeodanaeT
(N = 13). D10 03HayaeT, YTO B MOIMYJSIUUHA MHOTO
YKJITOHSIIOIIUXCS (hOpM, KOTOPBIE MOXKHO, B 3aBUCH-
MOCTU OT CYOBEKTHUBHBIX IPEANOYTEHUM, MPUHU-
MaTb 32 CAMOCTOSITEIbHbIE BUBI.

CoueTaHue pa3IMYHBIX CKOPOCTEN pa3BUTHUS IO
TpeM TIpU3HaKaM MMeeT 0oJjiee CIIOXHYIO KapTUHY.
MoOXHO BBIAETUTD 27 BUAOB TAKUX COYETAHUIA, OT CO-
CTOSIHUSI MOJHO# TaxuMopduu A0 TIOJIHOM Opamu-
Mopduu (Tadi. 2).
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OnpenenuTh YaCTOTHOE COOTHOIIIEHHNE 3TUX COYe-
TaHUU 3aTPYAHUTEIBHO, IMTOCKOJILKY B MOJIHOM Mepe
TUII COYETaHUSI MOXHO JUAarHOCTUPOBATh HE y KaxX-
JIOIf paKOBUHBI, a TOJIbKO Ha IIPUTOIHOM IS Pa3BO-
padyrBaHM$ 3K3EMILUISIpE C KOHEYHOM >XWUJIoi Kame-
poii unu, B oTaedabHbIX ciaydasx, 6e3 KXKK, Ho ¢
MIpeanocjieTHIM 000pPOTOM, COXPAaHUBIINM (DMHAIIb-
HbIe Teperopoaku. K coxajaeHu1o, UMEIOIIUICS Ma-
TepHaJl He MO3BOJISIET 3TO OCYIIECTBUTh Y OOJIbIINH-
CTBa 3K3EMIUISIPOB, IO3TOMY PAaCCMOTPUM TOJBKO
HEKOTOpbIC IPUMEPHI COUEeTaHUI.

HHB-mopda: 5x3. AJI3-2 u3 pa3pe3a Ha p. An3bBa
[TaGn. 1V, ¢wur. 4, puc. 2(13)], u3yyeH Ha ABYX IIO-
cJIefHUX 0o0opoTax, BKJIIoYasi KOHeYHbI. OO0pOTHI
YMEPEHHO BBICOKHE, OJIMKEe K M30METPUUYSCKUM,
CKYJIBIITYpa peabedHas.

BTH-mopda: ak3. AII3-7 u3 paspesa Ha p. An3bBa
[Ta6n. III, ¢ur. 3; Tadn. IV, ¢ur. 1; puc. 2(12)]. Xa-
pakTepU3yeTCs UBSIIHBIM MOPMOTUIIOM — BBICOKH-
MU 000pOTaMU, TIOKPBITBIMU CJIa00 penbeHON

o f
CKyJIbNTYpoii. I1o R ;) 3TOT 3K3eMIUISIp HAXOOUTCS Ha
rpaHuiie HopMoMop@HOI 1 TaXUMOpPPHOI 00J1acTH,
a o KJI — TaxurepoHTHOI 1 HOPMOTEPOHTHOIA.

BHB-mopda: 3k3. Dr/2-1 u3 pa3pesa Ha p. [dpe-
manka [ta6n. 111, ¢wur. 6; puc. 2(3)], HalineHbI B
HIDKHEN 4acTu CJ10sl apKTUKOLIEPACOBBIX MECYaHU-
KoB. OGOpPOTHI BHICOKHE, CKYJILIITYpPa YMEPEHHO pe-
JbedHasl.

BBb-Mmopda: 3k3eMIUISIpBI  TIOJTHOCTBIO Opamm-
MopdHBIe, MHOIIa pacCMaTPUBAIOTCS KaK TUITMYE-
ckue misa A. ishmae. IIpennooXuTenbHO, K 3TOMY
TUITYy COYEeTaHUI MOXET OBITh OTHECEH DK3EMILISIP U3
OacceiiHa p. Ileyopsl, M300pakeHHBIH B padOTe
JI. Cnoara (Spath, 1932, ta6u. 15, dur. 7). I3 Haieii
BBIOOPKM K 3TOMY THUIIYy OTHOCHUTCSI DK3EMILUISIP U3
pa3pes3a Ha p. Apemanka Dr/2-5 [ta6n. IV, ¢ur. 3,
puc. 2(11)], npeacraBiaeHHbIN MOJHBIM (pparMoKo-
HOM ¢ MmocJemHel rmeperopoakoii. Jiekrorun A. ish-
mae BechMa OJIM30K K 3TOMY TUITY, XOTSI U OTHOCUTCSI

K HopMoMopdam no R(fi> [puc. 2(8)].

BTb-Mmopda: 3k3eMIUISIpBI 9acTO XapaKTepu3y-
FOTCSI BECbMa Ipy0oii CKyJIbIITYPOid Ha B3POCBIX 000-
portax. OHU U3BECTHHI U3 OacceitHa p. MIXKMBI 1 yaiie
Bcero ornpenenstiorcss kKak A. harlandi (Menennna,
1987, Tabm. 29, ¢ur. 1; Mutra, Cenbuep, 2002, Tad:m. 3,
¢ur. 1) mmm A. aff. cranocephaloides (MenenuHa,
1987, tabu. 28, ¢wr. 1).

BHH-Mopda: 3k3. ¢ moutn noaHoit KXK, Haii-
IeHHbIA B okpecTHOCTssx CaparoBa (Murra, Cenb-
uep, 2002, Tadiu. 3, ¢wur. 1).

Kak BUIHO, CKOPOCTH pa3BUTHUS IO BCEM TpeM
MMPpU3HAaKaM BeCbMa PEAKO M3MEHSIETCS B OMHOM Ha-
MpaBJieHUW — B CTOPOHY OpaauMopduu WU Taxu-
Mopdwuu. Yale Bcero pa3Butre MOpMOTHUITa TIPOMC-
XOJIUT OMHOBPEMEHHO 10 IBYM TTpU3HAKaM.
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OBCYXIEHUNE

PesynbTrarhl MOKa3bIBAlOT, YTO M3MEHYMBOCTH
CcKopocTu Mop(oreHe3a BKI04aeT He TOJIbKO Bapra-
0OEJIbHOCTh Pa3BUTHUS OTAECIbHBIX IMPU3HAKOB (BHYT-
puBHIOBas rerepoxponus, mmo Reilly et al., 1997), Ho
Y U3MEHYMBOCTh COUYETAaHUI BHYTPUBMIOBBIX reTe-
poxponuii. [TocienHee oTpaxaet siBIEHUE MOIYISIP-
HOCTU pa3BUTUs. Y Arcticoceras OHO BBISIBJIEHO I10
HEMHOTUM IIpU3HAKaM, HO, BEpOSITHO, BCE IIPU3HAKU
PaKOBUHBI B TOM MJIM MHOM CTEIIEHM MOTJIM pPa3BU-
BaThCS MO3aMYHO (IrccoMaTUBHO). B ocobeHHOCTH
9TO KacaeTcsl IMPU3HAKOB, M3MEHEHHE KOTOPBIX B
MopdoreHe3e MPOUCXOAUT MO BhIPAXKEHHOMY TPEH-
noy. Y Arcticoceras cpely OCTaJIbHBIX ITPU3HAKOB pa-
KOBMHBI TAKUM TPEHIOM XapaKTePU3yeTCsI pa3BUTHE
IUIOTHOCTHU MEepBUYHBIX pebep. OHA 3aMeTHO YMEHb-
IIIAeTCSI MO CTENIEHHOM 3aBUCHUMOCTU OT CPEIHUX K
no3gHuM oboportam (Kucenes, 2020), moaTomy Opa-
IUMOp(dHBIE BK3eMIUISIpbl Ha B3POCJBIX 000pPOTax
JIOJDKHBI XapaKTepU30BaThCsl YaCTOM peOPUCTOCTHIO,
a TaxuMopdHbIe — penKoil. B HacTosIee BpeMs 3Ty
TEHIECHILMIO yIaJIOCh BBISIBUTH TOJBKO CTAaTUCTHYE-
CK1 (B OCHOBHOM, IT0 BeIOOpKe OacceitHa p. Iledo-
pbI), TTO3TOMY 00 UI3BMEHUYMBOCTHU Pa3BUTHUS apKTUKO-
11€pacoB IO JaHHOMY MPU3HAKY MOXHO JeJIaTh TOJIb-
KO IpeJBapuTe/IbHbIe BHIBOABLI. OMHAKO yKe ceifdac
MBI MOXEM IToJIaraTh, YTO 3TOT IIPU3HAK BeIeT ceOs
MO3aUYHO MO OTHOLLUEHUIO K APYTUM. DTO XOPOILIO
BHIHO Ha IBYX dK3eMIIIsIpax n3 dacceitda p. I1ledopsr
(ta6u. 111, ¢pur. 3, 6). Ouu gBasIOTCS GpaguMOpd-
HBIMU 1O CTEMEeHU CIIaXXuBaHUSI pedep, HO TpU
3TOM IO IUIOTHOCTU pedep OAUH 13 HUX OpanuMopdeH
(tabn. 111, dur. 6), a npyroit Taxumopden (taodm. 111,
¢ur. 3). be3 yuera Takux couyeTaHUIA U3MEHYMBOCTU
9TU K3EMIUISIPHI MOXXHO OBLIO OBl OTHECTU K pa3-
HBIM BUJIaM, YTO YaCTO MPOUCXOIUT B OMOCTpaTUTpa-
¢duyeckoit mpakTuke.

bauzkue pe3ynbTarhl ObUIM MOTYYEHBI U HA Y-
rux Tpyniiax aMMOHUTOB. B dacTHOCTM, Mo3amd-
HOCTb Pa3BUTHS IIPU3HAKOB PAKOBUHEI OTMEYAETCS Y
IByX BUAOB popa Titanites, y KOTOpPBIX Takske HaOJII0-
JAl0TCS pa3IUYHbIE COYETaHUS Opaau- M Taxure-
POHTHOCTU ¢ Opamm- M TaxUMOP(PHOCTHIO IO He-
ckoibkuM nipusHakam (Kucenes, Poros, 2018).

Boiblline nepcneKTUBbl B U3YYEHUN T'e€TEpOXpPO-
HUII y aMMOHUMTOB JIaeT aHaJIU3 CJIOXHOCTH JIOIIACT-
HOW JIMHUM, KOTOPBII IIpeKpacHo cebsl 3apeKOMEH-
JOBajJl B UCCIEIOBAaHUU TAaJe030MCKUX AMMOHUTOB.
BEL10 MOKa3aHo, 4TO OTHOEJIbHbIE 3JIEMEHTHI JIOMACT-
HOW JIMHUU Pa3BUBAIOTCS MO3auW4HO, T.€. C Pa3HOM
ckopocThio (Jleonona, 2012 u ap.). DTa OCOOEHHOCTH
paccMmaTpuBaeTcsl Ha OCHOBE aHaJIN3a TOJIbKO (huiore-
HETUYECKUX FETEPOXPOHUIA, HO, BEPOSITHO, OHA ITPUCY-
IIa ¥ BHYTPMBUAOBBLIM TeTepoxpoHusM. K coxane-
HUIO, y Arcticoceras M3ydeHUTIO M3MEHINBOCTH (POPMEBI
MeperopoaKy Ha MacCOBOM MaTepualie TIpernsTCTBYET
MaJIONIPUTOIHAST COXPAaHHOCTh 9K3EMILISIPOB.
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Tab6auna 3. CpenHsisi LIMpOTa MHAMBUAYAJIBHBIX reTepoxpoHuii (bm, tm, bt, tt) y Arcticoceras ishmae (Keys.) u ¢puniore-
Hetnyeckux rerepoxpoHuit (Rl, R) y Arcticoceras. Bce 3HaueHUs1 IUPOTHI JaHbl B KOJIWYECTBE 000pOTOB. OTHOIIEHNE
IMUPOTHI (DWIOTEHETHYECKUX TeTePOXPOHUIT K MHANBUAYAIbHBIM TTOKa3aHa B HIDKHel yacTu Tabaunbl. [TpuxoBKoOii

MOKa3aHbl 00JIACTU HEBO3MOXKHBIX COYETaHUI

[TnoTHOCTH N

. Koneunsrii tmamerp Pasmep 30HBI Koadpdpuiment

Pa3HOBMIHOCTH TeTEPOXPOHUIA | TTIEPBUYHBIX pebep
(TTTTP) pakoBuHbl (KI) | peopucroctu (P3P) | BerBmenus (kB)

Bpamumopdo3 (bm) 0.31 0.1 0.48
Taxumopdo3 (tm) 0.43 0.17 0.43
Bpamurepontus (bt) 0.08
TaxureponTtus (tt) 0.12
YactuuHas petapnaius (RI) 0.8
Perappauus (R) 0.41 0.19 0.76 1.16
R/(bm, tm, bt, tt) 1.14 1.9 5.63 2.55

ITo M3yyeHHBIM TTpU3HAKaM HaubOojee HameXXHO
MOXHO OTJIWYaTh JUIIb MPEUMYIIECTBEHHO paHHE-
0aTCKUX apKTUKOLEPOCOB OT IIPEeUMYILECTBEHHO
cpenHebarckux. Tak, A. cranocephaloide (cpenHuii
0ar) oTaMyaeTcss OT cCTpaTUrpaduyeckKu Tpeaie-
cTBylo1Iero A. ishmae (paHHU 6aT) KapIUHAJIBHO, B
MEPBYIO OYE€PeNb OTCYTCTBUEM CTaaWM TJAAKOU pa-
KOBUHBI Ha KOHEYHOM obopote. KoHeuHas xuas
KaMepa 3TOro Bua MOKpbITa BbIpakeHHbIMU pebpa-
MU, Yalle BCEro ¢ HU3KUM Ko3(h(GUILIMEHTOM BETBIIE-
Husl. BeposiTHo, mpoucxoxneHue A. cranocephaloide
00yCJIOBJIEHO peTapaaluueii (pa3HOBUIHOCTbIO TTe10-
Mmopdo3a). Ha 310 yKa3pIBaeT NMpUCyTCTBUE Ha Tep-
MUHAJIbHOM CTaiuy pa3BUTHS MPU3HAKOB, XapaKTep-
HBIX TSI pAHHUX U CPETHUX 000POTOB paHHEOATCKMX
aHIIeCTPaJIbHBIX APKTHUKOILIEPACOB — COXpaHEHUE pe-
0ep ¢ HU3KUM K03 GUILIMEHTOM BETBJIEHUS T10 Beeit
JIJIMHE KOHEYHO XXKWI0i KaMephl 1 OOJIbIIIUM OTHO-
CUTEJIbHBIM auaMeTpoM ymoOunuka. Illupora perap-
AUy U1 BCeX U3YYEHHbBIX MPU3HAKOB MPEBBIIIAET
IIIMPOTY BHYTPUBUIOBBIX FETEPOXPOHUI, HO LISl pa3-
HBIX MPHU3HAKOB IaHHOE MPEBbIIIIEHE HEOJUHAKOBO
(tabn. 3). B Haubonbllell cTeleHn 3TO XapaKTepHO
IJIsl pa3Mepa 30HBI CTJIaXXUBaHUsI pedep, BeJIUYnHa
3amepXKu Kotopoit (0.76 o6opoTa) mpeBHIIIAeT MH-
IVBUAyaJbHBIE KOJIEOAHUSI CKOPOCTU MOpdoreHe3a y
A. ishmae B 5.63 pasza. OgHako 110 3HAYEHUIO IIIUPO-
ThI 3aIEPXKKU CPed OCTAIbHBIX MPU3HAKOB Ha Tep-
BOM Me€CTe HaXOAUTCs KO3(h(UIIMEHT BETBACHUS —
1.16 o6opoToB (puc. 3).

IMpoucxoxnenue cpemHedbaTckux Arcticoceras
00yCJIOBJIEHO peTapialiveii, B OCHOBHOM, MO JBYM
npu3zHakaMm cKyabnTypsl (P3P u KB). OT1o cBUneTeb-
CTBYET O HE3HAYUTEJbHOI MO3aMYHOCTH 3TOi reTepo-
xpoHuu. BodamMoxHo, petapaaliusi, CBsi3aHHasl C MOSIB-
neHuneM A. cranocephaloide, coueTaeTcst ¢ mporeHeTH-
yeckuM runomopdosom (IlImanwsrayszen, 1939, sensu
Reilly et al., 1997) unu npenucruiaiicMeHTom. Ha aTo
YKa3bIBaE€T CPEAHECTATUCTUYECKOE YMEHbIIIEHNUE KO-
HEYHOTO IMaMeTpa paKOBHMHBI 3TOTO BUla, OTBEYalO-

miee mupote 0.19 o6opora. OHO TMpeBbIIIAET KOIeha-
HUSI MHAVBUAYAJIBLHBIX 3alepXXeK U YCKOPEHU II0
5TOMY MPU3HAKY Yy MPeaKOBOTO Buaa A. ishmae 1mo-
YTHU B JIBa pa3a.

HenocpeacTBeHHBIMMY MOTOMKaMM apKTUKOIIEpa-
COB SBJISIIOTCS KanollepaTUHbI, BpeMsl TMOSIBJIECHUS
KOTOPBIX OTHOCUTCS K Mo3aHemy 0ary. JlanbHeias
BBOJIIOLIMS BTOU TPYIIIBI UAET 3a CUYeT M3MEHEHUS
MopdoTHUTIa KOHEUHOM XKUJION KaMepbl U O4epeqHO-
ro TIOSIBJIEHUS CTaJuM TJIaJKoil pakoBUHBI. [lepBbie
npencrasutean KagouepatuH [Cadoceras (Cataca-
doceras) variabile Spath] xapakrepu3syloTcsi, KaKk U
cpenHebaTcKre apKTUKOLIEpachl, COXpaHEHUEM Ha
KKK peb6ep. Tem He MeHee, CKYJIbIITypa Ha KOHEYHOM
000poTe YK€ HeceT NMPU3HAKW peayKiuu. Mbl BUIUM
He3HaYMTeIbHOE (DMJIOHTOTEHETUYECKOE YCKOPEHHE
pPa3BUTUSI, KOTOPOE HE TIPUBOIUT K MOSIBJICHUIO HOBOIA
MOP(hOJIOTUYECKOM CTaauu B KOHIIE OHTOreHe3a. Ta-
KOM TUII TeTEPOXPOHUM COOTBETCTBYET YACTUUHOM aK-
cesiepauyu. JlaapHemii myTh 3BOJTIOLIMU, YK€ B paH-
HEKeJIJIOBEMCKOM XpOHe, KOraa B3pocible 000pOThI y
KaJlollepaTuH CYIIECTBEHHO WJIU TOJHOCTHIO Crjla-
JKUBAIOTCSI, TPOUCXOIUT 3a CUET HAJICTaBOK, T.€. Iy-
TeM TI0JIHOM akcesepaluu (puc. 4).

Jna BeIOOpKM Arcticoceras paHHero 0Oara aBa
MpU3HaKa — pa3Mep 30HbI CIJaXXuBaHUS pebep Ha
KOHEUYHOM 000pOTE M KOHEYHLIA TUAMETP PAKOBH-
HBI, TAKCOHOMMWYECKOTO 3HAYECHUST HE UMEIOT KaK IJIsT
BBIJICJICHUSI BUIOB, TaK U i1 60jiee NpOOHOM, Moa-
BUIOBOM, nuddepeHumanuu. [1o 3TUM npU3HaAKaM
OTJINYUSI MEXIY IPUTOTHBIMU BUIAMU CIYYalHBI U
OTpaxaloT JUIIb PAaHIOMHOCTb BBIOOPKU. AHAJTOTHY-
HBIE pe3yJIbTaThl OBLIU ITOJyYEeHBI paHee IO JaHHBIM
U3YYCHUSI UBMEHYMBOCTU IPYTUX MPU3HAKOB PaKO-
BUHBI — MMPOTIOPLIMIA MOTIEPEUYHOTrO CeYSHUsI, TUaMeT-
pa ym6mwika u miorHoctu pebep (Kucenes, 2020).
IToaTOoMy GOABIIMHCTBO M3 3TUX BUAOB (A. stepan-
kovi, A. kochi, A. pseudishmae, A. excentricum,
A. harlandi) caenyeT cunurath HeBaIUIHLIMU. Bce BbI-
LIeTIepEeYMCIICHHBIE BUIbI pACCMATPUBAIOTCS 31€Ch KaK
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1.0

M3MEHUYNBOCTb CKOPOCTU MOP®OTEHE3A
r Komeunblit —1 o6opor —2 060poT
obopoTt
L h-ishmae
h-cranocephaloide
5 10 15 20 25 30 35 40 45 50 55 60 65 70 75 80

N, — Hymepauus pedep

A. ishmae (Keys.) — FOxon A. harlandi Rawson — IlInui6eprex
A. ishmae (Keys.) — 6acceiin p. [ledoper  A. cranocephaloide Spath — ['pennannust

f . .
Puc. 3. I3meHeHMne ycpeTHEHHOTO KyMYJIITUBHOTO KO3 duUImeHTa BETBICHUS R B mopdoreHese Arcticoceras ishmae 6ac-
ceiina p. [1edopsl, FOkona, LlInundeprena u A. cranocephaloide Bocrounoii I'pennanauu. MopdoreHeTnueckue KpuBble Mo-

f
CTPOCHBI 110 CPEIHUM 3HAYCHUSIM R j) KaX10ro pebpa Bcex 3K3eMIUISIPOB (Ha puc. 2) BBIOOPKM COOTBETCTBYIOIIETO PETMOHA.
Cepoii TuHMEH MoKa3aHa JUHUS TpeHaa (TUuHUS GpuabTpanun). BepTuKaabHBIMU ITyHKTUPHBIMY JIMHUSMHU TTOKa3aHO yCpe-
HEHHOE TTOJIOXKEHE TPaHUIl 000POTOB, TOPM3OHTAJIBHBIMU — IIMpPOTa egoMopdosa mst A. ishmae 1 A. cranocephaloide.

Apyc, nonwsipyc IloacemeiictBo, pon, Buaet ['eTepoxpoHuM
TTOAPO,
. é § A. ishmae (Keys.) subsp.
Pannuit 8 2 Arcti . ! YacruuHast perapaanust IMeno-
5= reticoceras A. ishmae ishmae (Keys.) P Mopdo3
L 5 eTapranus
= Cpenxnit <& A. cranocephaloide Spath bAalt
a) .
C. variabile Spath
YactuuHas
[To3nHwuii Cadoceras C. barnstoni (Meek.) aKcenepanms
(Catacadoceras)
C. infimum Gul. et Kis. 2

(0]

< L)

. g Cadoceras C. breve .(Blake) 2

£  (Paracadoceras) C. frearsi (Orb.) z
= S C. elatmae (Nik.) &
& p . S . Akcenepanuusi 5]
2 aHHMA Cdch. tschernyschewi Sok. S
= .
3 Cadochamoussetia  Cdch, surensis (Nik.) =

Cdch. subpatruus (Nik.)
Chamoussetia Ch. chamousseti (Orb.)

Puc. 4. Posnb rerepoxponuii B punoreHese panuux Cardioceratidae. OObSICHEHMSI CM. B TEKCTE.
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CMHOHUMEBI Buma A. ishmae. Ero Bapmanmm mpen-
CTaBJISIOT MOPp(MBI BHYTPUBUIOBON M3MEHUYMBOCTH,
crreurduKa KOTOPBIX B TOI WX MHOI Mepe CBs3aHa
C BHYTPUMBHUIOBBIMHM TeTepoxpoHusiMu. K Opanu-
MOPGhHBIM Pa3HOBUIHOCTSIM OTHOCSITCSI DK3EMILISI-
pBI C peIKOPEOPUCTON B3POCIIOf PAaKOBUHOM, OIM3-
ke K A. stepankovi n A. excentricum (A. ischmae
morpha stepankovi). K taxumMopdHBIM Bapuanusm
II0 IJIOTHOCTU pedep OTHOCITCSI 4acTOpPeOpPUCTHIC
¢opMBI, KOTOpPHIE MHOTAA paccMaTpUaBalOTCS KaK
CaMOCTOSITeIbHBIN TToaBua A. ishmae tenuicostatum
Repin (romotumn: PenviH m ap., 2006, Tadm. 8, ¢wur. 5).
Ara Ke popma 1o Ko3hGUIINEeHTY BETBICHUS OTHO-
CUTCS K HOpPMOMOP(HOM TpyTIine.

ITo ocobeHHOCTSIM BeTBeHUS pedep (puc. 3) cpe-
IV paHHEO0ATCKUX MOMYJISIIIAN JTydIlie 000COOIISTIOTCS
apkrukounepachel FOkona (Poulton, 1987), B BeIOOpKe
KOTOPBIX IIpeodIagaoT TaxuMop@HbIe pa3HOBUIHO-
ctu. CpenHecTaTUCTUUECKU OHU XapaKTepU3YHTCS
Oojiee BBICOKMM KO3((UIIMEHTOM BETBJICHUS Ha
BCeX M3YUYEHHBIX cTagusix MopdoreHesa (2.5 mocuen-
HUX 000opoTa) Mo cpaBHeHMIO ¢ A. ishmae TumaHo-
ITedyopckoii 061acTu. 3aMeTHBIE OTJIMYMS FOKOHCKMX
ApKTUKOLIEPACOB OT MEYOPCKUX HAOII0AAI0TCS U 10
npyruMm npusHakam (Kucenes, 2020), nmostomy, Be-
POSITHO, OHM TaKCOHOMMWYECKU TOJIKHBI pa3inyaThb-
ca Ha ypoBHe mnoaBumoB. Ilokazano (ibid.), 4to
IOKOHCKUI MoABUA ApeBHee, yeM A. ishmae ishmae,
MO3TOMY TIOCJIeNHUI cieayeT paccMaTpuBaTh Kak
dunoreHeTMUECKUII MpeeMCcTBeHHbIN. Ero mpowuc-
XOXIIEHUE CBS3aHO C 3aJAePXKKOM 1o KO3(hbULIMEHTY
BETBJICHUSI, IIMPOTa KOTOpoii coctaBisieT 0.8 06opo-
Ta. [TOCKOJIbKY PU 3TOM HE MMPOMCXOAUT BhITTaACHUE
TepMUHAILHON cTaguu MopdoreHesa (TJaakoi pa-
KOBHMHBI), TO TaKyl0 T€TePOXPOHUIO CJIeayeT OTHO-
CHUTb K YACTUYHOM peTapaalluu Wi OpagureHuu.

He uckmioyeHo, 4To Ha OOJBIIMX BbIOOPKax U3
pPa3HBIX PETUMOHOB MOTYT OBITh MOJYyYEHBI CpPEeAHUE
BEJIMYMHBI C YCTOMUYUBBIMU CTATUCTUYECKUMMU OTJIU -
YUSIMUM, HO Ha CETOMHSIIITHUIA MOMEHT JIJIS1 [TOJTy4YeHU S
TaKWX JAHHBIX MaTepuasa siBHO HeIOCTaTOYHO.

BbIBOJ1bI

MonynsipHOCTh B MHAUBUAYILHOM MOpGOTeHe-
3¢ paKOBMHBI aMMOHMTOB IIPOSIBIISICTCS B COUETaHUU
BHYTPMBUIOBBIX I€TEPOXPOHMIA Pa3HOTO 3HakKa, T.C.
3aMeUIEHUI WM YCKOPEHWUN pa3BUTHUS 1IEJIOTO KOM-
IUIEKCa MpU3HAKOB. Kpurepuem Takmx 3aaepKeK Win
YCKOpeHUii B MOpGOoTeHe3e 0COOU SIBISIETCS OTKITOHE -
HUE Pa3BUTUS IPU3HAKOB OTHOCUTEILHO CPETHUX BE-
JIMYMH, XapaKTePHbBIX IS TIOIIY/ISILIMN B 1IEJIOM, a He
NPpUYPOYEHHOCTb MPU3HAKaA K TO WU MHOM CTaauu
MopdoreHesa, Kak 3TO XapaKTepHO IS (hUjoreHe-
TUYECKOIN TeTepoxXpoHuM. Takke BHYTPUBUIOBBIE
TETEPOXPOHUU OTINYAIOTCS OT (PUJIOTeHEeTUUECKUX
CYILIECTBEHHO MEHBIIIEIl MO3aUYHOCThIO U IIMPOTOM
MO OTOEAbHBIM MpU3HaKaM. Y Arcticoceras BHyTpU-
BUIIOBBIE T€TEPOXPOHUM OTMEUYEHBl Ha CpEeIHEN U

MMO3THUX CTAAMSIX PAa3BUTUS, KOTOPBHIM IIPUCYILHN BU-
Jocrneurduyeckue npusHaku. M3MeHUYMBOCTh coYe-
TaHWII BHYTPUBUIOBBIX T€TEPOXPOHUI SIBJISICTCS
MIPUYMHOI BHICOKOTO MOP(OJIOTMIECKOro pa3Hoo0-
pa3us B TIpeaenax Buga A. ishmae, 4To MO3BOJISIET
CBECTU B CUHOHMMUKY OOJIBIIYIO YacTh paHHeOaT-
CKUX BHMIOB apKTUKollepacoB. PDuUoreHeTUUECKOE
pazBuThe Arcticoceras Ha IPOTSKEHUU PaHHETO U
cpenHero 0aTta IPOMCXOIMUT IO IIyTU CTYIEHYATOTO
nemoMopdo3a, CHaJajla 9aCTUIHOM, a 3aTeM OOIIeit
peTapaalyu, 4TO B KOHEYHOM UTOTre MPOSIBIISIETCS B
BhINIafgeHUU (a00peBHALUM) CTAAUM IJIaAKOM paKo-
BMHBI Ha TEPMMHAJIBHOM OOOPOTE Y IIOCIECIHUX
MPEACTaBUTEIEN JaHHOTO POa.

PaGora BbinosHeHa mnpu nomaepxke POOU
(rpanT 18-05-01070).
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O60bsgacHeHue x Ttaobnuue 111

®ur. 1-6. Arcticoceras ishmae (Keys.): 1 — 6GpagurepoHTHbIF HOpMoMopd; 3k3. LIHUTP Myseit, No 6/1370 [sk3eMILIsIp,
n300paxkeHHbIN ¢ mpoTuBOMNONI0XHOM cTopoHbI JI. H. CokonoBeiMm (1912, Tabn. 1, pur. 1) mon HazBanuem Macrocephalites ish-
mae Milach.]; 2 — HopMorepoHTHBIIT HOpMoMopd; 3k3. ApIl'TIY, Ne A/13-8; 3 — HopMmorepoHTHBII 6pagumopd (BTH-Mop-
da); ak3. ApI'TTY, Ne AJI13-7; 4 — TaxurepoHTHbIM Taxumopd; 3k3. Apl'TIY, Ne A/I13-3; 5 — GpagurepoHTHBII TaxuMopd; IK3.
SpI'T1Y, Ne AJ13-1; 6 — 6paaureponTHbI Opagumopd (BHB-Mopda); ak3. ApI'TTY Ne Dr/2-1.

Bce ak3eMIuisipbl peacTaBAeHbl KOHEUHBIMU KWJIBIMU KaMepaMU ¢ TEPMUHAJILHBIM YCTheM; dur. 1—5 — p. Aa3bBa, pa3pe3
Huxudoposa Llenbs; dur. 6 — p. Apemanka, paspe3 Ne 5. Bce n3o6pakeHHbIe 3K3eMIUTSPHI IIPOUCXOMIST U3 HIKHETO 6ata,

30HBI Arcticoceras ishmae.

O6o03HaueHus: KKK — koHeuHas xuiast Kamepa, SIpI'TIY — Il'eonmornueckmii my3eit um. A.H. MiBanoBa (SIpociaBckuii rocy-
apcTBeHHBIN nemarormdyeckuii yH-T); LIHWUTP Myseii - LleHTpanbHbIiI HAyYHO-MCCIEIOBATEIbCKUI Te€OJIOrOpa3BeI0YHBII
my3seit um. @.H. Yepnsbiiesa (C.-IletepOypr). 3Be3104K0it 0003HAYEHO HAYAJIO XKUIOM KaMephl.

Pasmep MacirabHoit muHeiku 10 M.
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KNCEJIEB

O0bsacHeHue K Tabanuue IV

®ur. 1—4. Arcticoceras ishmae (Keys.): 1 — HopmorepoHTHBII 6panumopd (BTH-mopda); k3. ApIl'T1Y, Ne A/13-7 (c npyroii
cTopoHbI n300paxkeH Ha Tad. 111, ¢wur. 3); p. An3sBa, pa3pe3 Hukudoposna Illenbs; 2 — 6pagureponTHbiit Opamumopd (BTh-
mopda); ak3. HHUTP Myseii, Ne 5/274, komn. A.H. 3amsatuna; p. Mxkma, nmopor PaznuBHOIA; 3 — OpanurepoHTHBII Opamu-
mopd (bbb-Mopda); ak3. Apl'T1Y, Ne Dr/2-5; p. Apenianka, pazpe3 Ne5; 4 — 6panurepoHTHbiid Hopmomopd (HHB-Mopda);
ak3. Apl'T1Y, Ne AJ13-2; p. An3bBa, pa3pe3 Hukudopona Lllenbsi.

®ur. 1, 4 npeacraBieHbl KOHEYHBIMU XUJIBIMA KaMepaMy C TEPMUHAJIBHBIM YCTheM. Bce n300paxkeHHbIe 9K3eMILISIPbI MPO-
MCXOIST U3 HUXKHEro 6ara, 30HbI Arcticoceras ishmae.

O603HaueHus cM. Tabiu. 111. Pazmep macimrabHoM TuHeKy 10 MM.

Morphogenesis Rate Variability and Modularity of Development
in Jurassic Ammonites of the Genus Arcticoceras Spath, 1924

D. N. Kiselev

The high variability of ammonites is largely due to the diversity of combinations of individual heterochronies
(bradimorphy, tachymorphy, bradygerontie and tachygerontie) and the modularity of development. Using
the example of the genus Arcticoceras, it was shown that heterochronies of a different sign can be combined
according to any number of characters, and individual heterochronies differ from phylogenetic ones by their
smaller spread, and large number of combinations. The study of such combinations allowed us to identify in-
traspecific morphs and conduct an reassessment of Arcticoceras species. During the Early and Middle Batho-
nian, the evolution of the family Cardioceratidae took place on the basis of various paedomorphosis, after
which, with the appearance of the Cadoceratinae, followed the acceleration path.

Keywords: heterochronies, mosaic development, taxonomy, ammonites, Cardioceratidae, Bathonian
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