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DBOJIIOIMOHHOE U3MEHEHME XKUBOW CUCTeMbl HAUMHAETCS C HApYIIEHUS PETYISILIMU €€ PAaBHOBECUS U PO-
cTa BHyTpeHHE HeynopsiioueHHOCTH. TUTTMYHBIE MTPOSIBJIEHUS 3TOTO MTpoliecca BUIHBI IIPU CMEHe TeTpa-
MOAHBIX (hayH Ha pyOexe MepMu U Tpraca, oOOHapyXMBasiCh Kak B KOHIIE Mepexoa K HOBOMY PaBHOBECUIO
(B MMOHEPHBIX TPUACOBLIX (hayHax), TaK M B ero Havyasie (B TEpPMUHAJIBHBIX IIEPMCKHUX COOOIIIecTBax). B
MepBOM cllyyae HauboJiee OTUYETIMBBI: HE3aKOHUEHHOCTb CTPYKTYPHBIX U3MEHEHU I BHYTPU HOBBIX TPYIII;
BBICOKAsl CTEMeHb SHIEMM3Ma PErMOHAJIBHBIX ITMOHEPHBIX COOOIIIECTB M HEOTHOPOMHBIN XapaKTep UX CMe-
HBI BO BpeMeHU. Bo BTopoM ciiydyae, Kak BUIHO 13 aHaJInM3a MPeaKpU3UCHOM (BI3HUKOBCKO) 61OThl Bo-
crouHoit EBporbl, HaGmomaioTcs “ynpexmaioiiee” MOsIBJIeHNE HEKOTOPBIX OyAyIIX TOMUHAHTOB, “BO3-
BpallleHWe” B reoJIOTMYECKYIO JIETOMUCH Psila PEJIUKTOB, a TaKXe MPUMEpPHI MOBBIIIEHHONW IPynnoBOi
M3MEHYMBOCTY TaKCOHOB, OJIM3KMX K BRIMUpaHUI0. DaKkTUUeCcKre I BEPOSTHBIC CJIeIBl HEPaBHOBEC-
HBIX UBMEHEHU1, MOTOOHBIX OTMEUYaeMbIM B BA3HUKOBCKOI OMOTE, MOTYT OBITh TaKKe OTYACTH MpPOCIie-
JKEeHBI B APYTUX Mo3aHeniepMcKux dayHax EBpasuu u B ux aHanorax Ha tepputopusx FOxHoit 1 CeBep-
Hoii ['OHIBaHBI.

Karoueswie cnosa: nepmb, Tprac, TeTpanonHbie ¢hayHbl, SBOIIOLNS, OPraHU3alMOHHOE PABHOBECUE, HEYIIO-
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BBEAEHWE

Ilepexon 1106011 cUCTEMBI B KaUYeCTBEHHO WHOE
paBHOBECHOE COCTOSTHME HAUMHAETCS KaK CHIKEHUE
3(heKTUBHON pEeryslu €€ IapaMeTpOB B IOPOTO-
BBIX ycitoBusiX. IxX (paykTyaliuu, BhI3BaHHBIE PacTy-
IIAMHJ BHEIITHUMH BO3MYIICHUSIMHM, CTAHOBSTCST BCE
OoJiee MIUTENbHBIMU (T.€. UX peJaKcalysl 3aMeIsi-
eTCs1) U, HAaKOHEIl, IIePEX0ISIT B HEeOOpaTUMbIC U3Me-
HEeHMS. DTO HapyHIeHWe O3HavaeT yTpaTy CUCTEMOMN
paBHOBECHUS 1, COOTBETCTBEHHO, CHIDKEHHE €€ YIT0-
psimoYeHHOCTU. Takoii XOI COOBITHIA JIEXUT, B 4acCT-
HOCTH, B OCHOBe O1oyiornyeckoii apoaonun (CreH-
cep, 1899; BonbkeHuureiiH, 1984) — He3aBUCUMO OT
TOTO, UIET JIN peub O (PMJIETUYECKUX WM OMOTUYEC-
CKUX U3MEHEHUSIX, 00 BCE OHU HAUMHAIOTCSI C ympa-
mbl NPedcHe20 paeHOBeCUs. HCUBOU CUCHEMDBL.

B riepBoM 13 Ha3BaHHBIX CJIydyaeB peyb UACT O Ha-
PYIIEHUU YITOPSIAOYEHHOCTH TUIIMYHOM OpraHm3a-
LIMM TAKCOHOB Ha BUIOBOM WY TPYHIIOBOM YpPOBHE.
HavanpHoe ee cHuXeHHe (B TMOCIeA0BaTEIbHBIX
LIMKJIaX OHTOTeHEe3a WJIM B MacIiTabe UCTOPUUECKOTO
BpPEMEHM) MPOSIBIISIECTCSI KaK 3aMelleHUe IIpexXHeit

OpraHM3allMOHHOM HOPMBI BCe 0o0Jee IIMPOKUM
CIIEKTPOM €€ MaJIOyCTOMYMBBIX YKJIOHEHUIi, T.e.
O3HayaeT HapacTaHUe pa3Maxa ee WM3MEeHYUBOCTU
(IImmxun, 2015, 2019a; Shishkin, 2018). Ot6op Ha
ycuiieHe HamoOoJiee KM3HECITOCOOHBIX BapHallvit
MPUBOAUT K MOSIBJICHUIO Ha UX OCHOBE MO3aWYHBIX
(1 B OOJBIIMHCTBE HEAOITOBEYHBIX) TUIIOB OpTaHM-
3allMy, TPOTECKHO COYETAIOIIMX YEPTHI €€ MPEKHETO
00JIMKa ¢ TEMU WU UWHBIMU YepTaMy HOBOM paBHO-
BECHOII MOJEJIN, B HAIIpaBJICHUN KOTOPOil UIET 3BO-
JIIOIIMOHHEBIN MOMCK (He 00s13aTeNbHO YCIIEITHO pea-
JM3yeMbiii). B mpuMeHeHUM K OCOOEHHOCTSIM 3TUX
paHHUX aJbTEPHATUBHBIX JIMHUIM, BO3HUKAIONIUX B
npoiiecce (GopMHUPOBAHUS TaKOM HOBOM MOMOEIH,
JIAaHHBINA (hDeHOMEH TTOJIyY/JT Ha3BaHUE “apXamdyecKo-
ro MHOTrooOpasus” (MamkaeB, 1968). C npyroii cTo-
POHBI, CaMble HayaJIbHbIE CTaAMU €r0o MPOSBICHUS,
dukcupyemble eliie Ha (poHe TTpeodianaHus YepT UcC-
XOIHOI OopraHM3anuy, U3BeCTHHI KaK KapTuHa “pa-
coBoro ctapenust” (Hyatt, 1866), mim pocT U3MEHYM -
BOCTM (ryiymMa HakKaHyHe BbIMUpaHus (Simpson,
1953), i ke Kak ero TepMUHAaJIbHAasE HEYyCTOMYM-
BocTb (IInmkun, 2015).
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Jpyroil yIIoMSIHYTHII BBIIIE aCHEKT OLCHKU 3BO-
JIIOLIMOHHOIO COOBITUSI KaK Ilepexona K HOBOMY paB-
HOBECHIO KacaeTcsl IEepEeCTPOMKM OpraHM3alu 1ie-
JIOCTHOM 6MOTHI. CBSI3aHHBIE C 3TUM IIPOLIECCOM 3aKO-
HOMEPHOCTU HanOoJjiee HANISIAHBI TP MacCIITAOHBIX
9KOCUCTEMHBIX n3MeHeHUsIX. Cpelu IIpu3HaKOB CHU-
KEHUSI YIOPSIAOYEHHOCTU TIPU TaKOM IIepexoje Ofl-
HUM U3 HanboJiee O3KUIaeMbIX SIBJISICTCSI pe3Kasi HeO/I-
HOPOMTHOCTh (JIOKAJIbHBIII SHIAEMU3M) (HOPMUPYIO-
IIMXCSI TMOHEPHBIX MOCTKPU3UCHBIX coobIecTs. [Tpu
5TOM HapyllleHUe WIN pacHa IeHOTUISCKUX B3aNMO-
CBSI3€li, KOHTPOJIMPOBABIIMX IIPEXKHEE COCTOSIHUE
GUOTHI, OTKPHBIBAET 3IECh JOPOTY OBICTPOMY MOSIBIIC-
HUIO HOBBIX TOMUHAHTOB. Cpean HUX MOTYT OBITh
Kak TpyIIIbl WX (OPMEI, HE U3BECTHBIC B IIPEAIIIC-
CTBYIONIEH T€OJIOTUUECKOI JIETOMUCH, TaK U T, YTO
CUMUTAIUCh MCUYE3HYBIIMMHU MHOTO paHee. XapaKTep-
HOM 4YepTOil 3TUX HE BIIOJIHE YCTOSBIIMXCS COO0-
ILIECTB SBJISIETCSI 3HAUYNTEIbHAsI POJIb B HUX adheMep-
HBIX KOMITOHEHTOB (IOMWHAHTHBIX WJIM WHBIX) C
KpaTKUM BpEeMEHeM cyllecTBoBaHMsI. OOIIMii aHaA-
JIU3 WCTOPUM TaKUX PETMOHAJIBHBIX COOOIIECTB
OOBIYHO BCKPBIBAECT U MHBIEC ACTICKThI X HEOTHOPO/I -
HOCTHU — B OTHOIIICHUY KaK 3TAaITHOCTU PETUCTPUPYES-
MbIX B HUX COOBITUII, TaK W UIUTEJIBHOCTU CaMOii
sroit ucropru (Iumkun u ap., 2006; HIumkuH,
20186, 20190).

ITMOHEPHLIE ®AYHbI PAHHEI'O TPUACA
KAK UTOI' HEYITIOPAJOYEHHOCTU
SBOJJIIOOMOHHBIX ITPOHECCOB,
BbIBBAHHBIX KPU3MCOM
MO3AHEIMMEPMCKON BMOThHI

Bce ckazaHHOE€ MOXHO IIPOAEMOHCTPUPOBATh Ha
MpuMepe npeodpa3zoBaHUsI MUPA HA3eMHBIX MTO3BO-
HOYHBIX Ha pyOexe IepMU M TpHaca, OTBedalolleM
3M0Xe KPYMHEMNIIEeH U3 IIaHETaAPHbBIX 9KOCUCTEMHBIX
nepecrpoek. bojee Bcero ocTyneH 151 aHaIu3a He-
IIOCPENCTBEHHEBIN Pe3yIbTaT 3TOr0 COOBITUSI — B BUIE
IpeBHEUINX (MHACKO—PAHHEOJEHEKCKUX) TeTpa-
MOAHBIX (hayH paHHETo Tpraca, U3BECTHBIX B TeX WJIU
WHBIX BapuaHTax IOYTM Ha BceX KOHTUHEHTax. B
HanboJee N3y4eHHBIX (PAyHUCTUYESCKUX MTOCIeI0Ba-
TEJIbHOCTSIX, OOBIYHO MCIOJIb3yeMBbIX IS TIJIaHeTap-
HBIX KOPpEISLUii, 3TOT OTPE30K BPEMEHU B 1IEJIOM
COOTBeTCTBYeT HuHTepBany ¢dayH Tupilakosaurus—
Wetlugasaurus B BoctouHoit EBporie u 30He Lystro-
saurus B FOxuoit Adpuke (Ochev, Shishkin, 1989;
Shishkin, Ochev, 1993; Shishkin et al., 1995). ITomu-
MO 3THUX JIBYX PETMOHAJILHBIX OMOT, IS LieJieit Halle-
ro pacCMOTpeHMsI HauboJiee CYIIECTBEHHBI TaKKe
daynbl ABctpano-Tacmannu u FOxxHoit AMepuku. B
MEePEYUCICHHBIX CyYasiX UICTOPUSI paHHUX MTOCTKPU-
3MCHBIX COOOIIECTB ITO3BOJISIET YCTAHOBUTD JJISI HUX
Ty WJIM MHYIO 3TalTHOCTh COOBITHIT WJIM, IO KpaifHei
Mepe, UX HEOOHOPOMHOCTb BO BpeMeHU. [aBHbI
MaTepura il OeHKM COCTABIISIIOT 3[IeCh CBEICHMSI O
CMeHEe TeMHOCIIOHIMJILHBIX aM(UONii, TTOCKOJIBKY B

OOJIBIIMHCTBE COOOIIECTB 3TOr0 BpeMEHM (Kpome
FOxHO#t AbpuKM 1 AHTApKTUIbI) OHU JIMOO MOJTHO-
CTBIO TOMUHHUPYIOT, MO0 UTPAIOT OMHY M3 IJIaBHBIX
poJieii.

Opeanu3ayuoHHAs HEYCMOUYUBOCMb
NUOHEPHbIX PAHHEMPUACOBLIX SPYNH

Crenpl HEYNOPSIIOUYEHHOCTU CTPYKTYpPHOI opra-
HU3alMW COXPAHSIOTCS BHYTPU HECKOJIbKUX PAHHUX
CEMEMCTB TPUACOBBIX TEMHOCIIOHAWJbHBIX aMdu-
owuit. HartomHuM, 4To B 11e710M Me3o30oiickue Temno-
spondyli, pu BceX pa3InuusIX UX XKU3HEHHBIX (POPM,
COCTaBJISIIOT MOP(OJOTUYECKN JTOCTATOYHO OIHO-
POIHYIO S3BOJIIOLIMOHHYIO Tpagaluio. Ee miaBHOI
YepToM SIBJISIETCS “CTEpPeOCIOHAUIbLHASI” KOHCOIU-
JUpOBaHHAasi KOHCTPYKIIMS yeperia, OYeBUIHO, MPpe-
CTaBJIsIBIlIasi COOOU ONTUMAJIBHBIN TUIT OpraHU3alu1
B YCJIOBUSIX YMCTO BOJHOTO OOUTAaHUSI, CBOMCTBEHHO-
ro no3gHuM Temnospondyli (Ilumkua, 2018a,

2019a)!. HaunHas co CpemHero Tpuaca, yHUBEPCalb-
HOCTb 3TOIl KOHCTPYKIIMM HE 3HAaeT MCKIIIOYCHW,
T.€. HaOJIIoJaeMble Bapualy He BBIXOIST 3a €€ paM-
k. Ho BHyTpM IIMOHEPHBIX paHHETPHACOBBIX CE-
MEJCTB OHA HE BCEIa BHIMISIAWUT 3aBEPIIECHHOI; T.€.
“cTepeoCIIOHAMIBHBIN” TUIAaH CTPOEHUS MOXKET
3IECh COUETAThCs C MO3auKOM OTIEJILHBIX YEPT Ooiee
JIpeBHUX (T1ajieo30iickux) MopdOoTUNoB. Takoe coB-
MeIlleHUe XapaKTePUCTUK PA3AUYHBIX I80NHOUUOHHBIX
YposHell, OOHApYXKBAEMOE HA YPOBHE MAKCOHO8 HU3-
K020 paHea, €CTh, KaK yXe cKa3zaHO, TUIIMYHAs yepTa
apXan4yeckKoro MHOrooopasusi.

OgHUM U3 NOAOOHBLIX MPUMEPOB CTPYKTYPHOIT
HEYNOPSIIOUYEHHOCTH CPeAU MUOHEPHBIX TPUACOBBIX
aMmdnonit Mmoryt ciayxkuth Tupilakosauridae — abep-
paHTHOE CEMEMCTBO TPUMEPOPAXOMOP(MHBIX TEMHO-
cioumioB. Ha ¢donHe mpeobiragaHust y HUX 4epT
“cTepeoCIIOHAMIBHONM” opraHu3anu, OHU OOBIYHO
COXPAaHSIIOT TaKWe HEOXUIAHHBIC IS ME3030MCKUX
¢dopM apeBHUE OCOOEHHOCTU, KaK JOMUHUPOBAHUE
basioccipitale B 3aTBIJIOUHOM CyCTaBe M SKCIIOHUPO-
BaHHOCTb COHHBIX apTepH1ii Ha HEOHOII TTOBEPXHOCTHU
yepena (Iwmkua, 1973; Warren, 1999). OmHako
MIpUMeYaTeJIbHO, UTO IIEPeXOoHd OT 3TUX PEIUKTOBBIX
YepT K COOTHOILIEHUSIM, TUITUYHBIM JISI TPUACOBBIX
TEMHOCIIOHIWIOB, UMEJI MECTO TaK3KE U HYMPU DTO-
ro cemeiictBa (T.e. CaMOCTOSITEILHO OT JPYTUX
IpyIIn) — Oyay4u JOKYMEHTUPOBAH B KAUeCTBE pell-
KOTO YKIIOHEHUSI Ha POAOBOM YpOBHE (aBCTpaiMii-
ckas popMma, ormmcaHHasg Kak Brachyopoidea indet.;
Damiani, Warren, 1996; cp. lllumkuu, 2019a).

HApyroil mpuMep He3aBepIIEHHOTO Iiepexoda K
HOBOM (M€3030MCKOIT) MOAEen opraHu3aluy CBsI3aH
C COXpaHEHUEM Y OTIOEJIbHBIX pPaHHETPUACOBBIX

! ®akr craGuibHOCTH 9TOH KOHCTPYKIIMU IO CYLIECTBY JIEXKUT B
OCHOBE T'OCITOJCTBYIOIIMX KJIaAUCTCKUX MPEACTABICHUN O MO-
Hobwimu “crepeocnionaunoB” (Luimxkun, 2018a, 2019a).
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rpynn am¢puOnii apXandHOIO CTPOEHMS KOPOHOUI-
HOI cepny HIZKHEH yerocT. B aToM citydae mpexo-
POHOU, IIMPOKO KOHTAKTUPYET ¢ CUM(PU3HONI II1a-
cTuHKOM dentale, cocTaBisis ee 3amHee TIPOIOJIKE-
Hue. TeM caMbIM COXpPaHSIIOTCS COOTHOIIEHUS,
TUIIWYHbBIE IJIs1 I€BOHCKUX MpoTtoTeTparnon (cp. Ahl-
berg, Clack, 1998), HO yxXe penkue naxke cpeau paH-
Hux Temnospondyli (IHumkuH, 1994; Shishkin,
Sulej, 2009). Takast KapTMHa OObIYHA JISI TMOHEPHO-
ro panHerpuacoBoro cemeiictBa Rhytidosteidae (po-
nbel Arcadia, Rhytidosteus, Mahavisaurus: Warren,
Black, 1985; IluikuH, 1994; Maganuco et al., 2014).
To ke camoe xapakTepHO W I psaa TOHIBAHCKUX
mnekkepuaun (Lydekkerina, Chomatobatrachus:
Cosgriff, 1974; Hewison, 2007); omHako, y MX €IWH-
CTBEHHOTO JlaBpa3uaTCKOro mpencraButenss Luzo-
cephalus yxe DOCTUTHYT HOPMAaIbHBINA IJISI TEMHO-
CHOHIUJIOB THUM COOTHOIICHWIA, T.e. CUMMdU3HasI
IUTAaCTUHKA 1M MPEKOPOHOM pas3iejicHbl U JieXaT B
pa3HbIX IUIOCKOCTSIX (HabmomeHus aBTopa). Takum
0o0pa3oM, U B 3TOM CiIydae, KaK y TYIMJIaKO3aBpUI,
repexon K “Me30301MCKOMY” TUITY OpraHU3allui OCY-
IIECTBJISJICS. CaMOCTOATENbHO. CXOmMHBIE MPOLECCH
HaAOJIIOJAIOTCS U B paHHEM 3BOJIIOLNY JOMUHAHTHOMI
TPYIITHI TPUACOBBIX aM@uouMit — HajgcemelictBa Cap-
itosauroidea. Y ee gpeBHeiilero (paHHECKU(MCKOro)
noaceMeiicTtBa Selenocarinae, B OTIMYME OT BCEX
IpYyrux “CTepeOoCIOHIMIIOB”, COXpaHSEeTCS pPyau-
MEHTapHOE COCTOSIHME 3aCOYJIEHOBHOIO OTPOCTKa
HUKHEUN 4eIlIoCTU, OJIM3KOe K COOTHOIIEHUSIM Y Ta-
neo3orickux popMm (HoBukos, 2016).

Bce oTu cBUneTeNbCTBA BHYTPEHHEH HEOTHOPOI -
HOCTU OTHEIbHBIX TEMHOCHOHIWIBHBIX TPYII IO
CTeTIeHU 3aBePIISHHOCTU UX TTepexoaa K HOBOM (Me-
3030MCKOIi) paBHOBECHOII OpraHu3alid COOTBET-
CTBYIOT OKMIIaeMbIM 3aKOHOMEPHOCTSIM CUCTEMHOTO
npeoopa3zoBaHus (CM. Bblliie). OUeBUAHO, YTO TAKUM
K€ HEOMHOPOIHBIM 00pa30M 3TOT IPOIIeCC MPOTeKal
U B TeX TpUacoBbIX Ipymitax Temnospondyli, m1st Ko-
TOPBIX TeoJoTUYecKas JICTONMCh He COXpaHWIIa €To
TOKYMEHTHUPOBAHHBIX pAHHUX CJICIOB.

Heoonopodnocme cocmasa
u nymeii npeobpa308anuss MECIMHbIX OUOM

ITo cBoeMy cocTaBy NMMOHEPHbIE PErMOHAJIbHBIE
COoO0IIIeCTBA TPUACOBBIX TeTpamnol OOHapyKMBAIOT
BBICOKYIO IFeTepOTeHHOCTh, BhIPAXKEHHYIO B MX POAO-
BOM 3HJIeMU3Me (UTO HEPEAKO 3aTPYAHSIET X BO3PacT-
Hylo KoppeJsisiumio). Kak McKitoueHue BBISBISIOTCS
JIMIIb €IUHUYHBIE TaKCOHBI C KPAaTKMMM 3ITM304aMU
B3PBIBHOTO ITPOCTPAHCTBEHHOTIO PACIIPOCTPAHECHUS HA
¢oHe pa3oObIIeHHOCTH MECTHBIX O0uOT. PenTuimu B
ATUX paHHMX (hayHaX MpeaCcTaBIeHBI OYEHb CKYIHO (3a
nckmoueHneM FOxHoit Adpukn, AHTaApKTUILI U,
otuactu, Kurast) — Kak B OTHOIIIEHMN pa3HOOOpa3usl,
TaK 1 4acTOTHI Haxonok. K guciry nx HanboJree oo1mmx
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TPYyMIl JUIsi UHACKOTO BPEMEHM OTHOCSITCSI, B YaCTHO-
CTH, NapapenTUInU—IpoKOI0MDOHUIbI, TIPENCTABIEH-
Hble Ha pa3HbIX KOHTUHEHTaX MECTHBIMU POJIAMU C
OIMHOBEPIIMHHBIMU 3y0aMU U TOKYMEHTUPOBAHHBIE
B OOJIBIIMHCTBE ciydaeB (Kpome BoctouyHoit EBpo-
Mbl) JIMIIb €eIUHUYHBIMU Haxonkamu (Cisneros,
2008a). Ilepexon K AByBEPIIMHHOMY COCTOSIHUIO 3y-
0OB B paHHeEOJIeHEeKCKoe BpeMsi (MTPOUCXOAWBIIUIA,
BUIMMO, TTapaJUIeIbHO B psifie IMHWI) O3HAMEHOBaJI-
cs B OxHo#i T'oHnBaHe anKU3010M 3KCHAaHCUU poja
Procolophon B IOxHoii Adpuke, AHTapkTuie u
FOxnoit AMepuke (Cisneros, 2008a, b; Dias-da-Silva
et al., 2017; Peecook et al., 2019). XapakTepHbIM 3J1e-
MEHTOM pPaHHETPUACOBBIX (ayH SBISIOTCS TakXe
JIMATCUIbI—apX03aBpoMOpP(dbI, B TIEPBYIO OYEPE/b,
TICEBIO3YXUU—TIPOTEPO3YXUIbl. B OONBIIMHCTBE CITy-
YaeB ITOC/IeIHAE U3BECTHBI JIMIIB 10 (hparMeHTapHbBIM
OCTaTKaM, UTO OCJIOXKHSICT OLIEHKY BaJMIHOCTU BbIIE-
JICHHBIX TAKCOHOB U XapaKTepa UX POICTBEHHBIX OT-
HOIIIEHUIA; CpeAr UX UHICKUX TpeacTaBuTeseii Hau-
0oJsiee OYEBUIHO JIMIIIbL TECHOE POACTBO IOXKHOahpU-
KaHckoro Proterosuchus u3 HU30B 30HbI Lystrosaurus
¢ kwutaiickum “Chasmatosaurus” (“Ch.” yuani) u3
dopmannm dxukaroanb (Ezcurra, 2016). st paH-
HEOJICHEKCKOTIO 3Tara paHHETPUaCOBOM NCTOPUU TET-
pano A0CTOBEPHBIE CBEIEHS O TPOTEPO3YyXHIaX, MO-
BUJIMMOMY, MCUEPITBIBAIOTCSI JaHHBIMU 0 Chasmato-

suchus 13 Bocrounoit EBporsr?.

Haubonee HeomHOpomHOI IjId Hadaja paHHETO
Tpuraca BBIIVISIAUT KapTUHA PacIipOCTpaHEeHMs Teparl-
CUIHBIX PENTWINI, KOTOPhle JOMUHUPYIOT B (payHax
IOxno0It Abprky 1 AHTAapKTUIBI, HO, KaK IIPaBUJIO,
¢JIab0 M3BECTHHI Ha IPYyrnx KOHTHHeHTaxX. McKimoge-
HUe Ha 3TOM (POHE COCTABJISIET JIMIIb 3IM30M 3KC-
MaHCUM IULIMHOMAOHTa Lystrosaurus, 3axBaTUBIIEH
yacThb TOHABAHCKUX CYOKOHTHMHEHTOB, CeBepHYIO
A3MIo 1, B MUHUMaJILHOM cTerieHu, Boctounyio EB-
pory (Frobisch, 2009).

B otnnyuve or aMHMOT, TEMHOCTIOHAUJIbHBIC aM-
¢dubuu 60s1ee NI MEHEE IIIUPOKO MPEACTaBICHBI MTO-
YTU BO BCeX MHACKUX (hayHax, popMUpys B UX TIpelie-
JlaX BBICOKO 3HAEMMYHBbIE cooOluectBa. [locnenHue
0o0pa3oBaHbl HEOOJIBIION TPYNIIO B OCHOBHOM HeE-
JIOJITOBEYHBIX CEMEMCTB, BO3HUKIINX, OOJbIIEi Ya-
CTBIO, Ha pybexe nmepMu U Tpuaca. [IpuMepHO moio-
BMHA U3 HUX U3BECTHA B MHIICKOM BEKE ITOUYTU UCKITIO-
YUTEJIbHO HA I0KHOTOHIBAHCKUX CYOKOHTMHEHTAaX —
mbo moBcemecTHO (Lydekkerinidae m, BeposiTHO,

2 BMecTe ¢ TeM, HeIaBHsisl OLEHKA PONCTBEHHBIX OTHOLICHHUIL
Chasmatosuchus momeniaeT ero B COBOKyIHOCTb (TIOJIUTOMMUIO)
TPYAHO TIO3ULIMOHUPYEMBIX TaKCOHOB, “IPOMEXYTOYHBIX”
MeXIy TpoTepo3yxupamu u sputposyxunamu (Ezcurra, 2016).
Taxoe e MOJIOXKEHWE MPUHUMAETCS U ISl aHTAPKTUYECKOTO
pona Antarctanax — oueBHMIIHO, 00jiee MOJIOIOTO, YeM I0XKHO-
adpukaHckuil Proterosuchus (Peecook et al., 2019). bauskuii
1o Bo3pacTy TacMaHulickuit pon Tasmaniosaurus, 0ObIYHO OT-
HOCUMBIi K MPOTEPO3yXUIaM, PAaCLIECHUBAETCS B 3TUX aHATIM3aX
Kak cecTpUHCKUit wist Archosauriformes.
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Rhytidosteidae), mmbo Toibko B ABcTpaio-Tacma-

Huu (Brachyopidae)®. Hanporus, B JlaBpasuu nu-
JIEeKKEpUHUALI IIPEICTaBICHBI B 3TO BpeMsI CIUH-
CTBEHHBIM MECTHBIM POIIOM, TOIla KaK PUTHUIOCTE-
unbl (penkue SHAEMUYHBIE (HOpPMBI) BIEPBHIC
MOSIBIISIIOTCS JIMIIb B paHHeM oJyieHeke (IumkuH,
1980; IMumkuH, BaBunos, 1985). Hactosiue ke
OpaxuouIbl, BUAUMO, BOOOIIE CIo/la He TIPOHUKATIUN
B TeueHue Tpuaca (Iumxkun, 2011). C apyroii cro-
POHBI, TIPUMUTUBHBIC TPEMAaTO3aBPOUIHbBIC CEeMEii-
ctBa (Benthosuchidae, Thoosuchidae), npuHaaiexa-
II1e K JOMMHAHTaM paHHECKU(MCKOIl BOCTOUHOEB-
poIieiickoil ¢ayHbl, LEIMKOM DSHACMUYHBI IS
JlaBpasumu.

Haunbonee KOCMOITIONUTHBIM CEMEMCTBOM am@pu-
OMi1 B MHJICKMX TPUACOBBIX COOOIIECTBAX SIBJISIIOTCS
Tupilakosauridae — ¢ caMoCTOSITEJIbHBIMU POJIAMU,
no Menbuieir mMepe, B EBpome (IlwmmkwH, 1973,
2011), FOxHoit Adpuke (Warren, 1999) u ABctpanuu
(Damiani, Warren, 1996; IIuimkun, 2019a). dpyroit
0O1IMif KOMITOHEHT COCTABIISIIOT IPEBHEMIINE TMHUN
HajgceMmelictBa Capitosauroidea — rocrnoacTBYIOLICH
TPUACOBOM TPYIIbl, HECCOMHEHHO, 3BOJIIOIMOHUPO-
BaBiueii B JlaBpazuu u ['onaBaHe mapauiensHo (Wat-
son, 1962; Oues, 1966; Shishkin et al., 2004). K Hau-
0oJiee paHHUM MPEACTABUTEISIM 3TUX HE3aBUCUMBIX
JIMHUI OTHOCSITCSI, COOTBETCTBEHHO, €BPOIICIICKOE
noaceMeicTBo Selenocarinae, M aBCTpaJUMCKUE
dopMmbl Tumia Rewanobatrachus (IIumkuH u np.,
2006; Hosukos, 2016, 2018; cp. Schoch, Milner,
2000). Eme omHy HOMMHAaJIBHO OOIIYI0, HO, CKOpee
BCEro, reTepOreHHYI0 MMMOHEPHYIO IPYITITY COCTaBJISI-
0T IJIMHHOPBLUIBIE TpeMaTO3aBPUIbl—IOHXOPUHXM-
HBbI. PeTUKTHI 11a1€030M CKUX JOMUHAHTOB (AUCCOPO-
¢douabl, puHE3yXUibl) TOCTOBEPHO U3BECTHHI B HAUa-
Jie paHHero Tpuaca b B KOxxHoit Adpuke.

Ha done sHmeMu3Ma NMUMOHEPHBIX aMPUONITHBIX
COOOIIIECTB paHHEro Tpuaca B HUX KpaiiHe penku
ciiygan 6oJjiee IMPOKOTO PacIpOCTPaHEHMS OTIAEb-
HBIX poJoB. OOMH U3 TaKUX IIPUMEPOB — €AMHCTBEH-
Hasi Haxodka roxxHoadpukaHckoro Lydekkerina B
Asctpamuu (Warren et al., 2006); cBeneHUST O TIpH-
CYTCTBUM 3TOTO poja B MHauu G6ojiee mpoodaemMaTnyd-
HblI (cp. Tripathi, 1969; Shishkin et al., 1996; Schoch,
Milner, 2000). He uckitoyeHO TakkKe IIPOHUKHOBE-
HMe UHIuicKoro JoHxopuHxuHa Gonioglyptus B Bo-
crounyo EBpony (LLumkuH u ap., 2006).

DTanmHOCTh COOBITUI B KOPOTKOI UCTOPUM IO~
HEPHBIX TeTpanoAHbIX (payH Tpuaca (IIpUOIN3UTEITh-
HO OXBaThIBAIOIIECH MHI — PaHHUI OJICHEK) TaKXKe He
MOKa3bIBaeT eMMHOOOPA3UsI 11T Pa3HBIX GJIOKOB Cy-
. OOHUM U3 HANISIAHBIX TIPUMEPOB MOXKET CITy-
KUTh COMOCTaBJIeHHWE COOOIIeCcTBa IOXHOoa(ppUKaH-

3 O6cnenoBanue aBTOpoM B 1993 r. oOpasua u3 6a3ajbHOI HUXK-
HeTpuacoBoit hopmanuu HiykHuit ®puMyB AHTapKTUIbI, OT-
HeceHHoro K 6paxuonunam (Colbert, Cosgriff, 1974), He non-
TBEPAUJIO 3TOro 3aKioueHMs (cM. Takxke: Warren, Marsicano,
2000).

CKOM 30HBI Lystrosaurus ¢ ero CcyMMapHBIM BO3pacT-
HBIM aHajorom B lOxHOI AMepuke, T.e. ¢ ayHaMU

dopmanuit Bysna Bucra (Ypyrsaii)* u Canra ny Ka-
opanb (bpasunus). XapakTepHble MapKepbl IBYX
pa3HOBO3paCTHBIX UHTEPBAJIOB 30HBI Lystrosaurus, a
WMEHHO, TYyNWIaKO3aBpUAbl U MPUMUTUBHbBIE MPO-
KOJIO(OHHI (B COYETAaHUMU C JIUIEKKEPUHUIAMU) B €€
OCHOBAHUM U, C APYTOii CTOPOHBI, MACCOBOE MPUCYT-
ctBue Buaa Procolophon trigoniceps B ee BepxHeii ya-
CTH, HaXOHSIT CBOE IIPSIMOE OTpPakeHWe, COOTBET-
CTBEHHO, B ypyrBalickoil (payHe U B Bepxax MHTEpBa-
Jla pacnpocTpaHeHuss Opasuibckoii (Pifieiro et al.,
2004; Shishkin, 2009; Dias-da-Silva et al., 2017). Ho
B TO BpeMsl KakK JIBa I0)KHOAMEPUKAHCKUX COOOIIe-
CTBa YETKO pa3fieJieHbl U HE UMEIOT OOIIIMX TAKCOHOB,
B XPOHOJIOTMYECKU 3KBUBAJIEHTHOU UM ¢ayHe Lys-
trosaurus He ynaeTcsl pacIrio3HaTh SICHBIX BO3PACTHBIX
Toapa3aeeHuid, XOTsI €€ COCTaB, HECOMHEHHO, Me-
Hsiics Bo BpeMeHu (IumkuH, 20186, 20196).

He MmeHee o060cobieHa HadYajdbHAsI MCTOPHUS pas3-
BUTHUS TPUACOBBIX TeTpamnon ABcTpaio-TacMaHuM,
IJe BBbIIEJSIOTCS IBa TUIIA MUOHEPHBIX COOOIIECTB
(Cosgriff, 1984) — cdayHna dbopmaumii Apkanus u Pe-
BaHa Ha BOCTOKe ABCTpaJiud U (hayHa C PyKOBOISI-
MM PUTUAOCTEUAHBIM pomoM Deltasaurus, mpen-
cTaBjieHHas B (popMmanusx biaiiHa (Ha 3amane KOH-
tuHeHTa) U Hoxiodtu (B TacManum). XoTs B UMCIIO
WX JOMMHAHTOB BXOAST WJeHbl psiga oOumux aMpu-
OuiiHbIX ceMelicTB (Mpexae BCero, pUuTUAOCTEUN U
Opaxuonuma), OHU He OOHAPYKMBAIOT SICHOI 3BOJIIO-
LIMOHHOI MpPeeMCTBEHHOCTH, yKa3bIBalolllell Ha MX
BO3pPAaCTHBIC COOTHOIICHUSI; IIO3TOMY MOCJETHUE
YCTAHABJIMBAIOTCSI, B OCHOBHOM, JIMIIIb KOCBEHHO.
BospacT ¢dayHbl ¢opMaliuu ApKaausi OnpeneasieTcs
KaKk WMHACKMUI MO COMyTCTByMolleit Mukpodaope, a
TakXe I0 NPUCYTCTBUIO B HEU MpearnosaraeMoro Ty-
MujaKko3aBpuia U TPUMUTHBHOTO MPOKoJodoHOUIA
(Warren et al., 2006; Iumkun, 2019a). ®ayny Del-
tasaurus 0ObBIYHO MTOMEIIAIOT B pAaHHUI OJIeHeK (M
WHJ — paHHUI OJIeHEeK) Ha OCHOBE €¢ COIMOCTaBJe-
HH C OMHOBO3PAaCTHOM OMOTOM N3 MPUOPEKHO-MOP-
cknx otinoxkenuit popmanmm Kokarea B IlepTckom
OacceiiHe ABCTpajiuu, BKJIIOUaloleil B cedsi ocTaTKu
aMMOHUTOB M KOHOAOHTOB (IIumkuu u ap., 2006;
Haig et al., 2015; cp. Berrell et al., 2020). O0Omux Tak-
COHOB JIJISl 9TUX ABYX IMUOHEPHBIX (PayH TOCTOBEPHO

HE YCTAHOBJIEHO".

4 VYpyraaiickylo (ayHy MHOIIa paccMaTpUBAIOT B KayecTBE Ie-
pexomHoit ot riepmu K tpuacy (Pifieiro et al., 2003, 2015), oc-
HOBBIBAsICh Ha HETOYHBIX OMPENEEHUSIX €€ KOMITOHEHTOB (Cp.
Shishkin, 2009; [lumkuH, 20186, 20196).

5 B 1o xe BpeMs, JUISI COMyTCTBYIOIINUX UM PbIO YKa3bIBaeTCsI 00-
Ui BUI IBOSIKOABIIAIMMX—IiepaTtoqoHTua Ptychoceratodus
phillipsi (Kemp, 1996; Berrell et al., 2020). I[TocnenHemy npu-
MUCBHIBACTCS IIMPOKWI BO3PACTHOM AMAana3oH, OXBAaThIBAIO-
11 Takke cpenHuit Tpuac KOxHoit Adbpuku (0TKyIa IIpoucxo-
Ut ero rosiotuit: Kemp, 1996) u kapuuii Bpaswinu, 4To MoXeT
MOPOXAaTh COMHEHHUsI B TOUHOCTH BUIOBOM WIeHTU(bUKaU
aBCTPAIMIICKNX HAXOMIOK.

TMAJTEOHTOJIOTUYECKUM KYPHATT Ne 1 2022
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Ot1nenbHYI0 KapTUHY, TPYAHO COIOCTaBUMYIO C
MpeabIIyIIMMA BapyMaHTaMU, ITOKa3bIBACT pPaHHSISI
HWCTOPUS TPUACOBEIX TeTpanod EBpomnbl, TOKyMeHTH-
poBanHass B EBpormeiickoii Poccum u, otyactu, B
I'pennanauu. I1o cpaBHEHMIO C TOHABAHCKUMU hay-
HUCTUYECKIMM TOCJIENOBATEIbHOCTSIMM, OHA W3-
BeCTHa OoJiee AeTalbHO U OTHOCUTEIbHO XOPOIIIO Ja-
THUpOBaHa, O1arogapsi HaXooKaM psiia PYKOBOISIIINX
JUIT Hee pomoB aM(puOMii B NMpuOPEKHO-MOPCKUX
paspe3ax (Ochev, Shishkin, 1989; IllumkuH, Oues,
1999; Shishkin et al., 2000). Munckwuii aTan BKIO4YaeT
31ech B ce0sl IBa pa3IMYaloIINXCsl MPeeMCTBEHHBIX
BIM30/a, oTBevawIIux BMecte (ayHe Tupilakosau-
rus (IIumkuH, HoBukos, 2017). PaHHeMy 13 HUX OT-
BeyaeT oOemHEeHHAas OMoTa, B KOTOPOM TOMUHUPYET
cooctBeHHo pon Tupilakosaurus (Ipyu OTCYyTCTBUU
JIPYyTUX TEMHOCIIOHAWJIOB, KpoMme JUACKKEepUHUIA
Luzocephalus). Coo01iecTBO MO3MHETO 1T304, 13-
BECTHOE JIUIIIb Ha Ioro-BocToke BocTouHo-EBpomneii-
CKO#i 11aTopMbl (IOMUMO €IMHUYHBIX HAaXOIOK B
I'pennanauu), MoKa3bIBae€T PE3KUII POCT TaKCOHO-
MU4ecKoro pasHooOpasus (Hosukos, 2016, 2018).
Cpenn HOBBIX aMpUOMiT NI HEero HamooJiee Xapak-
TePHBI DHAEMUYHBIE eBPOIeHiCKIe KATTMTO3aBPOUIbI
(Selenocarinae) u ux mepusathl (Syrtosuchinae), a
TaKKe TIepBBIe JIOHXOPMHXUHBI U HEKOTOPHIE “O0bIYU-
HBIE” TpPEMaTO3aBPOUALI, LEJIMKOM WJIM 4YacThIO
MIpeaCcTaBIIEHHbIE MECTHBIMM POJAMM.

PanHeoieHeKCKUIT 3Tal B 3BOJIIOIMYA BOCTOYHO-
€BPOIEHCKNUX COOOIIECTB MTOKYMEHTUPOBAH MpPO-
CTPAaHCTBEHHO HAMHOTO INIMPE U TaKKe BKIIIOYAET B
ceOs 1Ba TJIaBHBIX BO3paCcTHHIX MHTEepBaia. MM oTBe-
4yaioT nBe (payHbl C JOMUHUPOBAaHUEM B NEPBOM —
MIPYMUTUBHBIX TPEMATO3aBPOUIOB, IIPEACTaBICHHBIX
tunmnuHbiMu Benthosuchidae, u B mocnenyoomeid —
KanmmMTo3aBpouIoB moacemeiictBa Wetlugasaurinae.
O06e Tu rpyIIisl Heu3BecTHH BHe EBpa3uu. MM Tak-
K€ COMYTCTBYET pagvanusi HECKOJIbKNX He-0€HTO3y-
XUIHBIX TPEMATO3aBPOUTHBIX JIMHUI, B IIEPBYIO OUYE-
penb, 3HaAeMUuHbIXx Thoosuchinae, a Takxke MJI0XO
n3BecTHOTO cemelicTBa Quantasidae. O0IIEit yepToit
BCEX PACCMOTPEHHBIX €BPOIEHCKUX COOOIECTB (KakK
U 0oJiee MO3MHUX, BIUIOTh OO JIAAWMHCKOIO BpEMEHM)
SIBJISIETCSI TIPUCYTCTBUE PENKUX PEIMKTOBBIX aHTpa-
ko3aBpoMop®d (Chroniosuchia), 3HIEeMUYHBIX IS
Espazuu (Ilnmkun un np., 2014).

Bce uznoxxeHHOe moKa3bIBaeT, YTO OOJIMK ApPeB-
HEWIIMX TEeTPaIoAHbIX (payH TPUACOBOI CYIIIM HECET
Ha ce0Oe pa3InJyHbIe cleabl HEpaBHOBECHOTO (HEYITO-
PSIIOUYEHHOTO) COCTOSIHUSI, KOTOPOE, OYEBUIHO, Xa-
paKTepru30BajIo IIepexol OT IIEPMCKOTO TUIIA OMOTHI
K paHHeMe3o030iickoMy. K HUM oTHOcATCs: (a) pas-
HOPOMHOCTb U HE3aKOHUYEHHOCTh CTPYKTYPHBIX W3-
MEHEHMI B OpTaHU3aluU Psifa HEJABHO BOZHUKIIINX
rpyri, (6) BeICOKas CTeTIeHb SHIeMM3Ma MMOHEPHBIX
pETrMOHAIBHBIX COOOIIECTB, M (B) HEOMHOpPOMHAs
KapTUHA CMEHBI ITOCJIEAHNX BO BpDEMEHMU.
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MPOSBIEHUA HEYCTOMYUBOCTU
TEPMUWHAJIBHOU MTO3AHEMNEPMCKOU
TETPATIOJHOW ®AYHBI
BOCTOYHOWM EBPOIIbBI

PaccMoTpeHHBI€ BhIIIE 0COOEHHOCTU MUOHEPHBIX
COOOIIIECTB TPUACOBBIX ITO3BOHOYHBIX, CBUIECTEIb-
CTByIOILIIIE 00 WX He3aBEPIICHHON CTaOWIN3allvu,
SIBUJIMCH UTOTOM 3KOCHUCTEMHOM MepecTpOKM, CBSI-
3aHHOM C pacmaagoM MNO3OHENEPMCKOM Ha3eMHOM
onotel. HeoOpatumbie M3MEHEHUS TIOCTIEIHEN, CBSI-
3aHHbIE C yTPaTOU €10 CUCTEMHOIO PaBHOBECHSI, OUe-
BUIHO, IIPOTEKAI OTHOCUTEIBHO OBICTPO, 1 BIIM30-
Il UX BPEMEHHOI CTaOMIM3allM B HOBBIX MEHSIO-
LIAXCS YCJIOBUSIX HE MOIIU OBITh HOJATUMMU. [ToaTOMY
BEPOSITHOCTh COXPAaHEHMS UX CJICIOB B I€OJIOrHYe-
CKOM JIETOTIMCH B LIEJIOM HEBEJIUKA.

C 2Toi1 TOYKM 3peHUsT HauboJiee TOKYMEHTHUPO-
BaHHBIM U PEIKUM MCKIIIOUEHNEM B HACTOSIIEE Bpe-
MsI SIBJISIETCSI BSIBHMKOBCKAasl (payHa ITO3BOHOYHBIX
Bocrounoit EBporibl, oTBevalolias TepMUHAILHOMY
(MO3MHEBITCKOMY) MHTEpBay IIO30HEN IepMu. DTa
¢dayHa, n3BecTHas, INIaBHLIM 00pa3oM, 13 bacceitHa
p. Kinsg3pMbl y 1. BI3HUKM, 11 60Jiee OOPBIBOYHO — Ja-
Jiee Ha BOCTOK, BIUIOTh 10 Boisro-Bsrckoro mexmny-
peybsl, 3aTPOHYTa MHOTMMM MCCJIEIOBAaHUSIMHU (CM.
0630p: Iumkun u ap., 2018). Ilo cpaBHeHUIO C
MPENIIECTBYIOIIUMU  TIO3AHETIEPMCKUMU  COOOIIIe-
cTBaMM COKOJIKOBcKoro tuiia (CeHHHMKOB, [omyOes,
2017), oHa TToKa3bIBAET XapaKTEPHbIE IIPOSIBJICHUS HE-
PaBHOBECHOCTHU (TIEpEXOTHOCTH) CBOETO COCTaBa, ro-
BOPSIIIIKE O IIpoliecce IIOMCKa perMOHaIbHOM Ha3eM-
HOM OMOTOM HOBOM yCTOMUMBOIT opranu3anumn. Cpean
STUX TIPOSIBJICHUII MOXHO BBIIEIUTHh HECKOJBKO OC-
HOBHBIX KaTErOpUii, paCCMOTPEHHBIX HITXKE.

XOTs O TPYIIIOBOMY COCTaBY BI3HUKOBCKOE CO-
00IIIeCTBO B OCHOBHOM COXpPaHSIET ITO3IHETIePMCKUIA
00/IMK, ero Tpoduueckasi opraHu3alyss MEHsIeTCsl B
CTOPOHY KAapTUHBI, XapaKTepHOM [JisI Me3030sl.
Kpynabpie putodarn—mnapeitazaBpsl BMECTE C XUIII-
HUKAMU—TOPIOHOIIUSIMHU, BEHYABIIUMM HHUILIEBYIO
nupaMuay B (ayHaX COKOJIKOBCKOTO KOMILIEKCA,
31eCh ucue3aroT. IX posib IepexXoInT, COOTBETCTBEH-
HO, K TUIIMHOJOHTAM, a CPeIN XUIIHUKOB — K TE€PO-
nedaraM U MEepBLIM apx03aBPaM—IIPOTEPO3YXUSIM,
MpPeNCTaBIEHHBIM 3[eCh UX €IMHCTBEHHBIM ITajieo-
3o0iickuM poaoM Archosaurus (CenHukos, I'onyoes,
2006). YkazanHas TpodudyecKas CBSI3b TUIIMHOIOH-
TOB M IPOTEPO3YXUI ITPEIIIECTBYET €€ 3aKPETICHUIO
yXXe B HaYaJIbHOM MCTOPUM PAaHHETPUACOBOI OMOTHI
IOxHoi1 Abpuku (Reig, 1970), rae Ha3BaHHBIE TPYyTI-
ITbI TIPEICTABIICHBI, COOTBETCTBEHHO, pogaMu Lystro-
saurus u Proterosuchus.

IMosiBIeHMEe B BI3HUKOBCKOM (payHe apX03aBpOB,
MpeaBapsIollee UX TOCITOACTBO B ME3030¢€, SIBIISIETCS
371eCh TOJBKO OTHUM M3 NMPUMEPOB “ymnpeKmaromie-
ro” CTaHOBJICHUS] HOBBIX UCTOPUYECKU YCTOMUMBBIX
TUIIOB OpraHM3aluy Ha (pOHE pacriaga CBS3eil BHYT-
pM TI03THENIepPMCKOit 6MoThI. B cocTaBe comyTcTBYIO-
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mei mxTnodayHbl K YMCITy TTOOOOHBIX K€ COOBITHI
OTHOCHUTCSI IepBOE IIOSIBJICHUE ABOSKOMBIIIAIINX —
LHepaTOOOHTU(OPM, a TAaKKe, BO3MOXKHO, XPSIIEBBIX
TaHOMJIOB M3 Me3030MCcKoi rpymisl Saurichthyidae
(Munux u ap., 2011, 2014; Lebedev et al., 2015).

Eie onHO O11M3Ko€ 1o XapaKTepy OTJINYNE BSI3HU-
KOBCKOTO COOOIIIECTBA OT MPEIIIESCTBYIONINX O3/ -
HeTaTapcKMX (payH CBSI3aHO C TTOSIBJICHMEM B HEM pe-
JIMKTOBBIX aHTPAKO3aBPOB—XPOHUO3YXUI U3 CeMeii-
ctBa Bystrowianidae. Xots1 TmociienHue BIIEpBbIC
dukcupytorcd eile B cpenHeit miepmu Kuras (Iumm-
KUH U 1p., 2014, c. 60; Jiang et al., 2017), B BocTouHoit
EBpone ux He HaxomsT, BIUIOTb IO BSI3HUKOBCKOIO
BpeMeHU. T.e. paHee OHM 3[eCh JUOO OTCYTCTBOBA-
I, TM00 OTHOCWIMCH K PEIKMM MapTUHAIbHBIM
3JIEeMEeHTaM OUOThI, HE yJIaBIMBa€MbIMU I€0JIOrn4e-
CKoli JieTonuchio. OTMEUYEHHBII 3ITM30/, 9KCITaHCUH
OBICTPOBMAHUI, Ha pyOeske IepMu 1 Tpuaca B Boctou-
Hoii EBpore, Io-BUAMMOMY, MMeJ IIHMPOKOE IIPO-
CTPaHCTBEHHOE BhIpaxkeHUEe Ha Teppuropun EBpazuu
(cMm. Hxe). Kak u B ciyyae BIlepBbi€ BO3HUKIIINX
TPYIII, TIPUHAMLIEXKAIIUX YUCTY OYayIInuX TOMUHAH-
TOB, IIOSIBJIEHME OBICTPOBUAHUI B BSI3HUKOBCKOM
¢ayHe IpeaniecTBOBaIO Havyaly X Me303011CKOM 1c-
Topuu (OrpaHUYEHHOM JIMIIb PaHHUM — CPEIHUM
TpuacoM EBporikbr).

Crnenyroniass oCOOEHHOCTh BSI3HMKOBCKOM ay-
HBI, TOBOPSIIIASL O €€ IEePEXOTHOCTA M OTHOCHUTEIIb-
HOM HEYCTOMYMBOCTH, CBsI3aHA C IHIPOSBICHUSIMU
“Lazarus” a¢gdexra, T.e. ¢ KpaTKOBPEMEHHBIM “BO3-
poXneHueM” B Heil OTAEIbHBIX I'PYIIII, Ka3aBIINXCS
BBIMEPIIMMH YK€ MHoOro panee. Cioma OTHOCHUTCS
HEOXUIAHHOE IIPUCYTCTBUE 30eCh PEJIMKTOB IEPMO-
KapOOHOBOM 3KBaTOpUAJIbHOI 6MOTHI — Microsauria
cpenu aMm(uOMii 1 TBOSIKOIBIIIAIINX PEIO poga Gna-

thorhiza® (Shishkin, Ochev, 1993; Munux u ap., 2011;
IumkuH 1 ap., 2018). B oTanynre oT HOBBIX IS Ma-
JIe030$1 TPYIIN (TaKuX KaK apX03aBpbl), Ube TOSIBJIE-
HUE B BI3HUKOBCKOI (hayHe MpeaBOCXUIIAIO0 UX pac-
LIBET B M€3030€, yKa3aHHbIE PEJIMKTHI JINOO NCYE3aI0T
yXe B mepMu, 1160, Kak Gnathorhiza, He nepexkuBa-
IOT paHHETO TpHaca.

K siBieHUsIM TOro ke Topsiika, YTO OTMEYEHBI
BBIIIIE, MOXXHO OTHECTHU Y 3MM301 “BO3BpalllcHUs” B
re0J0TMYECKYIO JIETOTIUCH Y3KOIIUTKOBBIX MPENCTa-
BUTEJICl aHTPaKO3aBpPOB — XPOHUO3Yxu (B COCTaBe
orpsima Chroniosuchia) — mpenmnoiarasi, 4To UX BsSI3-
HuKoBcKkMii pox Uralerpeton c¢Bsi3aH OJIU3KUM POII-
CTBOM CO CBOUM €IMHCTBEHHBIM U3BECTHBIM MOP(}O-
JIOTUYECKUM MPEAIISCTBEHHUKOM — CYHIBIPCKOIA
Suchonica (I'ony6eB, 1999), cyiiecTBoBaBliI€eii B ITep-
BOIi MOJIOBUHE CEBEPOIBUHCKOIO BpEeMEHU, Iepen
MOSIBJICHUEM  COKOJIKOBCKOTO  (hayHUCTUUECKOTO
KoMIIeKca. Takast CBsI3b IPEICTABIISIETCSI BBICOKO
BepositHOM (ILvmukuH u ap., 2014, ¢. 65). OgHako B

® Ha 1oro-Bocroke Bocrouno-EBporeiickoii miargopmbel 1 B
IOxHom [Ipuypanbe 3TOT pon, OYEBUIHO, TOSIBISIETCS B BSIT-
CKOM sipyce HecKojibko paHee (Tverdokhlebov et al., 2005).

9TOM CJIydae yxKe HEeT pedr O BO3BpaIlleHNU IPeXKHEe
JOMUHaHTHOU rpynmnbl. O0a U3BECTHBIC HAM 3MU30-
Jla CYIIECTBOBAHMS Y3KOIIMTKOBEIX XPOHUO3YXMI
OBUTH OOMHAKOBO 3(peMEepHBIMHU, OYIYIHN paBHO IIPH-
ypOUYEHBI K KPYIHBIM OMOTMYECKUM IEpecTpoiiKaM
(B TIEpBOM cCiIydyae — K ITIO3THENEPMCKOMY KPU3HUCY,
BO BTOPOM — K IIEPEXOAY OT CPEIHEIIEPMCKOM TUHO-
HedasoBoit OMOTHI K (payHaM COKOJKOBCKOTO KOM-
mwiekca; cM. bynanos, Tony6es, 2011; T'omy6eB, by-
nmaHoB, 2018). Muade roBopsi, B 000UX CIydasx 3TU
GOPMBI MIPENCTABASIIN COOOM TUNMMYHBIC “TaKCOHBI
karactpodbl” (“disaster taxa”), xapakTepHble ISl
BII0X OMOTUYECKMX MepecTpoeK. BrIcoKast m3MeH41-
BOCTh JepMaJIbHBIX IIMTKOB y Suchonica (I'omy6es,
bynanos, 2018), ¢ xapakTepHbIMU YKJIOHEHUSIMU B
CTOpOHY ObIcTpoBUaHMOHOM opranm3aumu (I1lmi-
KUH " 1p., 2014), T0-BUIMMOMY, UMEET TaKXKe MECTO
U Y XyXe M3BECTHOro BsI3HMKOBcKoro Uralerpeton.
BOTa 4epTa MOXKET CIYKMTh TONOJIHUTEIBHBIM KOC-
BEHHBIM yKa3aHMEM Ha OTHOCUTEJIbHYIO HEYCTOMY M-
BOCTb OpPTaHU3alIMKU COOTBETCTBYIOIINUX MEPEXOTHBIX
OMOT.

B nobGaBneHme Ko BceM yKa3aHHBIM OCOOEHHO-
CTSIM BSI3HUKOBCKOM (DayHbl, Y ETMHCTBEHHOTO U3BECT-
HOTO B Heli pofia TEeMHOCIIOHAMJIbHBIX aM(rOuii — Tpr-
Mepopaxouna Dvinosaurus HaGIr0ga0TCs pa3HoOPO -
Hble OTKJIOHEHUSI OT OpraHu3alluu, TUMTUYHOMN ISl
najeo3oiickux (popm. Mopdoiiorus ero npeacraBu-
TeJel NEMOHCTPUPYET 3[IeCh XapaKTePHYIO KapTUHY
MOBBIIIIEHHON W3MEHUYUMBOCTU (uaymMa HaKaHyHe
BBEIMUPaHUS, T. €. €0 “TepMHHAJIbHYIO HEYCTONIM-
BocTh” (IImmkun, 2015). IBa BCTpEUEHHBIX 31€Ch
Buaa Dvinosaurus mokasbplBalOT pe3Kue MO3anyHbIe
OTJIMYUSI — KaK APYT OT Ipyra, Tak 1 OT CBOETO KOH-
CepBaTUBHOTO IIpeAlecTBeHHMKa D. primus, cyme-
CTBOBAaBIIIEr0 Ha TMPOTSDKEHUU Bceil ucTopuu ayH
COKOJIKOBCKOI'O KOMIUJIEKca. [J1aBHbBIE U3 3TUX OTJIM-
YU OMHOBPEMEHHO SIBJISIIOTCSI OTUYETIMBBIMM YKJIO-
HEHUSIMU B CTOPOHY ME30301CKOro IijlaHa TEMHO-
CIIOHIMIBbHOM opraHu3anuu. B omHoM cirydae (y Bu-
na D. egregius) — 9T0 pa3BuUTHE 3aJHUX COIITHUKOBBIX
OTPOCTKOB M BHEIPEHUE COHHBIX apTepuii B mapace-
Houm; B apyrom (y D. purlensis) — pa3Butue 3acodiie-
HOBHOTIO OTPOCTKA HIKHEM YeJIIOCTU M IIpuodpeTe-
HUE TPaHCCETMEHTAJIbHOM MHTErPpalli TTO3BOHKOBBIX
MOJIyLIEHTPOB. AJIbTEPHATUBHOCTh 3THUX IIpeoOpa3o-
BaHMI y IBYX BUIOB CO3IAeT BIIEUATIICHUE UX IUBEP-
TeHTHOI ABOJTIOLIMU, HO (paKTUUYECKU OHU JEMOHCTPU-
PYIOT OIIMHAKOBYIO HAIIPaBICHHOCTb U3BMEHEHUIT B CTO-
POHY Me3030ICKOro MOP(MOTHIIA, TOJIHKO BEIPAXKEHHYIO
B BHUIE pa3HbIX HadajbHbIX ImaroB (ILumkuH,
2019a). BeposiTHO, 3TU JBa M3BECTHBLIX HAM BSI3HU-
KOBCKMX BUIA IBMHO3aBpa COCTABJISIOT JUIIb YaCTh
TOTO CIIEKTpa HEYCTOMUMBBIX CTPYKTYPHBIX BapUaH-
TOB, KOTOpPBIE OMHOBPEMEHHO BO3HMKIIM Ha 6a3e 1C-
XOOHOW OpraHu3alMy poaa B IOUCKaxX HOBOM MOJEIUN
paBHOBECUSI B KPUTUYECKU U3MEHUBIIUXCS YCIOBU-
SIX. YKa3aHHasl BCIIBIIIKA U3MEHYMBOCTU BHYTPU PO-
J1a, ¢ OTAEAbHBIMU T'POTECKHBIMU YKJIOHEHUSIMU OT
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€r0 HMCXOOHOM KOHCCpBaTPIBHOfI opraHmsanuun, cC
OYCBUIHOCTBHIO YKa3bIBA€T HAa €€ MCTOPHUYECKU HE-
JaBHEC BOBHMKHOBCHUEC.

Camo 110 cebe Hajnyue B BSIBHUKOBCKOM payHe
JIBYX PEe3KO Pa3IMYHBIX, 1 IIPU 3TOM IPOCTPAHCTBEH-
HO pa3aejeHHBIX BUIoB Dvinosaurus (COOTBETCTBEH-
HO, B OacceitHax pp. Kisg3pMbl n BaTki), mo3BossieT
MIpeAIoaaraTh €e JIOKaJbHyl0 HEOTHOPOTHOCTD AaxKe
B IIpeaeiiaX TOil orpaHUYEeHHOM TEPPUTOPUH, Ha KO-
TOpOIi OHA ceroaHs n3BecTHa. CTereHb 3TOM HEOMHO -
POIHOCTH OCTaeTCsl HESICHOI 1M3-3a OrpaHMYSHHOCTU
JIOCTYITHOTO MaTepualia, HO, KaK IoKa3aHO BHIIIE Ha
MIprYMepe paHHETPUACOBBIX (DayH, OHA COCTABJISIET TH-
MMAYHYIO YePTY IIePEXOMHbIX HEpaBHOBECHBIX OMOT.

IIpu Bcex M3BMEHEHUSIX B CTOPOHY ME3030MCKOTO
00JinKa, HaOJI0JaeMbIX B TEPMUHAJIBHOI MEPpMCKOM
TeTpanonHoit ¢payHe BocTtounoit EBporel, oHa ocTa-
€TCSI pE3KO OTJIMYHOI OT CMEHUBIIIMX €€ ITMOHEPHBIX
PaHHETPUACOBBIX (MHACKKX) COOOIECTB, HE OOHAapY-
XK1Basi C HUMU CXOICTBA OJIMKe, YeM Ha YPOBHE €I~
HUYHBIX OOIIMX CeMECTB, TaKnX Kak Bystrowianidae
nnn Proterosuchidae. Ecim KocBEeHHO OLICHUTH Bpe-
MsI 000COOJIeHMS JIMHUM, K KOTOPBIM IIPHUHAIIEXKAT
JIOMUHAHTBI MECTHBIX MHACKMX (payH, OPUCHTUPYSICh
IIpU 3TOM Ha BpeMsI TTOSIBJICHMS UX OJIMXKANIINX POJI-
CTBEHHUKOB B I1aJI€O30MCKMX COOOIIECTBaxX, TO B
OOJIBIIIMHCTBE CJlydaeB HayaJlo UCTOPUU TIEPBBIX
MPUXOAUTCS OTHOCUTH He OJIMIKE, YEM K paHHEH 1in
cpenHeii mepMmu. B yacTHOCTH, 3TO KacaeTcsl IBYX OC-
HOBHBIX MMOHEPHBIX CEMENCTB TEMHOCTOHIUIBHBIX
ampuobmit rpuaca Bocrounoit EBpomel. B aTom ciry-
yae Ha paHHIOIO IIEPMb IIPUXOIUTCS IIOSIBJICHNE KaK
MPUMUTUBHBIX ITpeakoB Tupilakosauridae, Tak u Toi
€IMHCTBEHHOM IaJIe0301CKOM rpynnbl (PMHE3YXUI),
KOTOPYIO MOXHO CYMTATh cecTpUHCKOM st Capito-
sauridae (Milner, Sequeira, 2004; Cisneros et al.,

2015)7. OueBUIHO, YTO JaXKE U B CIIy4ae €IUMHUYHBIX
CeMEICTB, YHACJIeJOBAaHHBIX OT BI3HUKOBCKOM OMO-
TBI, X OIPEBHEIIIIEe paHHETPUACOBBIC IIPEACTABUTE-
JIV He IBJISTFOTCS IIPSIMBIMUY ITOTOMKAMU BBISIBIIEHHBIX
IIEPMCKMX TaKCOHOB (B YaCTHOCTH, 3TO KacaeTcs
opicTpoBuanum; cM. IllumkuH u ap., 2014). B menom
OYEBHUIHO, YTO MUOHEPHAsI TpUACOBasl TETPAOIHAS
¢dayHa pernoHa BO3HMKJIa He KaK IIPOAYKT TpaHC-
dopmau TepMUHATBHOM MEPMCKO, HO chopMu-
pOBaJIOCh 3aHOBO, 3a CYET MaprUHAILHEIX TAKCOHOB,
MMEBIINX O0Jiee WJIM MEHEee IIMHHYIO CKPBITYIO PO-
nocinoBHYIO (“ghost lineages”) Ha IIPOTSKEHWHU TIEP-
mu. MHade ToBOps1, cucmemuoe npeobpaszosarue pay-
Hbl TETpAIIO KaK LEJIOro TpU Iepexoae K Me303010
BBIIVISIIEIIO HAa YPOBHE €€ 3JIEMEHTAPHBIX COCTABJISIIO-
IIUX KaK APOCMPAHCMBO MHOMCECEA HeYNnopsaooYeH-

7 INpencraBnenune o TecHoMm poncTtBe Tupilakosauridae ¢ mepm-
ckumu Dvinosauridae, npyHUMaemMoe B KJIaQAUCTUUYECKUX CXe-
max (Hamp., Yates, Warren, 2000; Schoch, Voigt, 2019), ucxogur
U3 psifa OLIMOOYHBIX OLIEHOK CHHAIOMOp(hUI 3TUX TPy
(Iwmkun, 2011, 2020).
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HbIX UCmopu4ecKux 3(ZM€LL4€HLILVI — O4YCBMIHO, CHa4daJja
O4YC€Hb HCyCTOﬁ‘iMBbIX N MECHAIOIIMXCA BO BDEMCHMU.

BEPOATHBIE CJIIEADI
“BA3SHMKOBCKOTI'O SITM30JA” B EBPA3VHN
3A ITPEJEJIAMKW BOCTOYHOWM EBPOIIbI

Bo3MOXHOCTE BBISIBICEHHS B perMOHaJbHBIX
MEePMCKHMX OMOTaX KPUTUUECKNX TEPMUHATBHBIX N3-
MeHEHUI, TTOJOOHBIX TEM, YTO OTMEUEHBI JIJISI BI3HU-
KOBCKOI1 (payHEBI, IpearoaaraeT, BO-IIEPBhIX, JOCTa-
TOYHYIO TOJHOTY COOpaHHBIX OCTATKOB, ITOTCHIIM-
aJIbHO CBSI3aHHBIX C TaAKUM COOBITHEM. BO-BTOpPBIX,
JUIST KOHKPETHOTO PEerMoHa HeOoOXOIMMO HaJIMuKe B
T€OJIOTUIECKON JIETOMUCHU CJIETOB KaK MWHWUMYM
JIBYX MPEEeMCTBEHHBIX (PayHUCTUUECKUX DITU30H0B,
CpaBHEHUE KOTOPBIX YKa3bIBaJIO ObI HA (DAKT YIIOMSI-
HYTBIX M3MeHeHui. Ha tepputopnu EBpasmm BHe
BocrouHoit EBpornbl cpeay KOCTEHOCHBIX TOJIIIL
MO3IHEl IepMHU MbI HE 3HaeM pa3pe30B, JOCTATOUHO
TMOJTHO OTBEYAIOIINX 3TUM IBYM TpeOOBaHUSAM. TeM
He MeHee, OnupasiCh Ha OTIEJIbHbIEC CIleLIU(pUUIecKre
3JIEMEHTHI BI3HUKOBCKOM OMOTHI, MOXKHO IT0JIaraTh,
YTO OOHApPY:KEHNE MX aHAJIOTOB B IPYTUX CEINMEHTA-
IIMOHHBIX OacceiiHax MOXET ¢ OOJIBIION BEPOSITHO-
CTBIO yKa3bIBaTh HA TEPMUHAJIBHO IEPMCKUIT BO3PacT
XapaKTePH3YIOIINX NX COOOIIECTB M, KOCBEHHO — Ha
HEYCTOMYMBOE COCTOSIHUE MOCISAHUX.

Peur wmper, mpexzae BCEro, 0o XpPOHMO3YXUSIX—
OBICTpOBMAHUIAX KaK O CEMENCTBE, U3BECTHOM MC-
KJIIOUUTEIbHO B TMpeaeidax eBpa3uaTCKOM Cyllu.
IIpucyrcTBHe OBICTPOBUAHK B TPEX MOCIIEIOBATEIb-
HBIX MHTEpBajaxXx cpemHer—BepxHel mepmu Kwurtas
(IHumkuH u gp., 2014; Liu et al., 2014; Jiang et al.,
2017; Liu, Abdala, 2017), BMecTe C MX IIO3THUM ITOSIB-
nenueM B Boctounoii EBporie, c ocHOBaHHEM O3BO-
JISIET CUMTATh LIEHTPAIbHYIO YacTh A3U1 MECTOM UC-
XOIHOI pagualiiy 3TOM TPYIIIbI, OTKyda OHAa pac-
MIpOCTpaHsJIach KaK Ha 3amaj, TaKk, OYeBUIHO, 1 HA
BOCTOK (cp.: Arbez et al., 2018; Wizmann et al., 2019).
Ecnu ncxomuth M3 3TOro B3IJisAa, TO TOTAa Jiobast
LICHTPaJIbHOEBPOIIeiCKasl HaxoaKa MEPMCKHUX OBICT-
pOBUAHUI HE MOXET OBbITh ApeBHEE BSI3HUKOBCKOI
Bystrowiana. CymmapHo misa EBpasuu MOXHO yKa-
3aTh TPU NOJOOHBIX HAXOOKM, COOTHOCUMABIX IO BO3-
pacTy ¢ Ha3BaHHBIM BOCTOYHOEBPOIIEMCKUM POIOM.

Leumpanvnas Eepona (Iepmanus)

B cocraBe dayHBI N3 TPEIIMHHBIX 3aIIOJTHSHUN B
HIDKHUX MEIUCTBIX ClaHUaX (HUXKHUM LEeXIITeiH) y
r. Kop6axa, 3emiusa I'eccen (Korbach, Hessen), mo
eIMHCTBEHHOMY TYJIOBMIIHOMY IIUTKY OIIMCAH
osictpoBuanun Hassiacoscutum (Wizmann et al.,
2019), HeCOMHEHHO, OJIM3KUIA, €CJIN HE TOXIECTBEH-
HBIl Bystrowiana. PaHee 31mech ObUITM YCTaHOBJICHBI
¢dparMeHTapHble OCTaTKU Teparcui (Mo3aHernepM-
CKMIi LIMHOAOHT Procynosuchus u HeompemeInMBbIit
JUIIMHOMIOHT), apX03aBPOMOP(MHBIX TUATICU]I, BKITIO-
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qasg ¢popmy, 01n3KyIo K Protorosaurus, a Takxke Mei-
KOTO napeiiazaBpa 1 KalTOPUHUIA C MHOTOPSIAHBIMHU
3yoamu (Sues, Munk, 1996). Llutupyembie aBTOpDHI,
U3ydaBIIve 3Ty (ayHy, OTHOCIT €€ K COOCTBEHHO
paHHeMYy LIeXIITeiHy, T.¢. K HIDKHeMY (By4arTMHCKO-
My) SIpyCy BepxHeil MepMH, Tojiaras, 4To ComepsKa-
IIM1e ee 0CafOUHbIe 3aITOJTHEHUS JIUIITbL HEMHOTO MO-
JIOXKEe, YeM BMeIIalole UX KOPEHHbIe CIaHIbl. MbI
HE BUIWM JOCTAaTOYHBIX OCHOBAHMIA JJIsI TAKOIO 3a-
KJTIOYEHUSI, YIUTBIBAsk KaK CaMy HAXOOKY 31eCh OBICT-
pOBMAHUIA, TaK U TOT (PaKT, YTO OTIAEIbHBIC 3aII0JI-
HEHMST B MECTHBIX MEIMCTHIX CIaHIlaX MMEIOT B Jeii-
CTBUTEJIbHOCTU pa3HbIii TEOJOTMYECKUI BO3pacT
(HEeKOTOphIe CcomepXaT OCTATKU ILICHCTOLEHOBBIX
MItekormmTarommx: Sues, Munk, 1996). boiee Bepo-
SITHBIM TIPEICTABIISIETCS OTHECEHME OOCYKIaeMbIX
OCTaTKOB K TEPMUHAILHOI TIEPMH U, TEM CaMbIM, K
YaHCUHCKOMY SIpycy. DTOMY He IIPOTUBOPEUHT IIPU-
CYTCTBUE CpeAy HMX HUHOOOHTa Procynosuchus —
OIHOTO U3 PYKOBOISIINX TAKCOHOB TEPMUHAIbHOI
nepmMckoii 3oHbI Dicynodon B 6acceiine Kappy FOx-
Hoit Abpuku (Viglietti et al., 2016), a TakKe IpencTa-
BUTEJISI KAITOPUHUI—MOPAIN3aBPUH — TPYIIIbI, OT-
HOCHIIecsa K YMCTy TOMUHAHTOB B (hayHe BepxXHei
nepmMu CeBepHoit Adpuxku (Jalil, Dutuit, 1996;
Modesto et al., 2018). MbI moylaraemM, 4to o0cyxXmae-
Mast (payHa MOXET OBITh TIPUOJIN3UTEIIFHO OTHOBO3-
pacTHa BI3HUKOBCKOMY COOOIIIECTBY.

Kumaii

Kaxk yxe ckazano, B mepMmu Knrast ObiIcTpOBHaHU-
JIbl U3BECTHBI U3 TPEX PA3HOBO3PACTHBIX TOPU30HTOB.
B cpenHenepMmckoit nuHoledanoBoii ¢dayHe J[la-
IIaHbKOY B IIPOBUHINN ['aHbCY yCTaHOBJIEH POI Yu-
menerpeton (Jiang et al., 2017), BeposITHO, CHHOHU -
MuuHbI pomy Ingentidens (cp.: ImmkuH u mp.,
2014) u3 Toi1 Xe accolMaly, ONUCAaHHOMY B Kaye-
ctBe xpoHuosyxuga (Li, Cheng, 1999). B noznne-
nepMckoit ¢dayHe ll3uroanb u3 dopmanuu Illan-
LIUX33bl B IPOBUHIIMU XE€HAHb OMKMCAaHbI BUIBI TPEX
HOMUWHaJIbHBIX ponoB: Bystrowiana, Jiyuanitectum u
Dromotectum (Young, 1979; Liuet al., 2014). ConyT-
CTBYIOIIMI TETPAITOIHBIN KOMILIEKC (ITapeiia3aBpHI,
TOPTOHOIICUHM, IIUHOAOHTHI) YKa3bIBaeT HA MpUMeEp-
Hoe Bo3pacTHoe coorBeTcTBUEe 30He Cistecephalus
IOxHO0It ADGpHKHM U COKOJIKOBCKOMY KOMITJIEKCY Bo-
ctouHoit EBpornbl. HakoHel, cCOOCTBEHHO IIpeaMeT
HallleTo BHUMaHUSl — 3TO OJIMXKe He omnmpeaeauMblit
OBbICTPOBUAHU/, OTIMCAHHBII BMECTE C OCTaTKaMMU Te-
pouedana u3 popmauuu IoynukeH B paspese [da-
JoHTKoy ntpoBuHIMM CuHLBsSHG (Liu, Abdala, 2017).
IpunanmexHocte popManuu [oyoukeH K TepMU-
HaJIbHOI MEePMU YCTaHABIMBAETCSI 110 COCTABY €€ A1~
IIHOIOHTOB, B KOTOPOM “yIIpexkaalolee” II0sIBIIe-
Hue poma Lystrosaurus (TUIMMYHOIO IJIsI PAaHHETO
Tpuaca) codeTaeTcs ¢ MNpuUcyTcTBUeM Jimusaria —
IIEPMCKOTO TaKcoHa, 6;mm3Koro K Dicynodon (Cheng,
1980; Frobisch, 2009).

Hudoxkumaii (Jlaoc)

M3 morpaHUYHBIX OTJIOXEHUII IIepMU U TpHaca
Oacceitaa Jlyanr I1pa6anr B Jlaoce ormcaH yeperr He-
00bIYHOI XpoHMO3yxuKu Laosuchus ¢ yrpayeHHbIMU
yIIHBIMU BhIpe3kamu (Arbez et al., 2018). Orcyt-
CTBHE Ha Yepere NpeopOUTaIbHBIX OKOH MCKII09aeT
ero oTHeceHUe K XpoHuosyxumam. O4eBUIHO, OH
MPUHAIICKUT JTUOO0 CIEeUIHATU3UPOBAHHOMY OBICT-
poBHaHUIY, 100 (YTO MEHEe BepPOSITHO) — IIpeacTa-
BUTEJIIO OOIIVX MPEIKOB IBYX Ha3BaHHBIX CEMEICTB
xpoHHno3yxuii. Cpeayn TaTUPOBOK, IMOTYYSHHBIX IS
KOCTEHOCHBIX TY(hOT€HHBIX OCaIKOB OacceiiHa JIyaHr
ITpaGanr (Mo TaHHBIM LIMPKOHOBOTO aHa/IM3a), Hau-
Oojiee IIO3OHKME MOAIOT MAaKCUMAJIbHBIM BO3pacT
252.0 £2.6 1 251.0 £ 1.4 Ma, T.e. oxBaTbIBalOT COOOIO
rpaHuIly IepMu U Tpraca. [1pu 3ToM nepBast U3 HUX
MojJydyeHa U3 MECTa HaXOAKU IBYX IUIIMHOOOHTOB,
OIWH M3 KOTOPBIX 3BOJIOLMOHHO OTBEYAET YPOBHIO
Dicynodon (T.e. TUIly opraHu3aluu, JOMUHUPYIO-
IIeMYy B IIO3IHEI IIepMU), a BTOPOIi OTHECEH K KaH-
Hemerepungopmam (Olivier et al., 2019). B cymme
9TO He TIPOSICHSIET peaJIbHOTO BO3pacTa HaX0A0K, yur-
ThIBas, YTO APEBHEM NI U3BECTHBIA KAHHEMEEPU -
dopM mpouncxoauT u3 6asanbHOro Tpraca Kuras. -
TUPOBAaHHBIE BbIIIIE UCCIICAOBAaHUSI OOCYXKIaeMOI TET-
pariogHoii (payHBI allpUMOPHO IPUHUMAIOT IS Hee
MaKCUMaJbHBINA Bo3pacT He Bhime 251.0 £ 1.4 Ma,
OIMUpPAsICh B 3TOM pPEIICHUU, IJIABHBIM 00pa3oM, Ha
cJiellbl TIepeMbIBa IMPKOHOBEIX 3¢pEH BO BMEIIIAI0-
mux ocaakax (Olivier et al., 2019). I1pu 3ToM cTpa-
TUTrpadudeckoe MmojoxkeHue GpayHbl JUO0 HE YTOU-
HseTcs (Arbez et al., 2018), 1u60 gornycKaeTcs Hau-
OoJice BEPOSITHOM €€ NMPHMHAIIEXHOCTh K TpHacy,
XOTsI BO3MOXKHOCTb IIEPMCKOTO BO3pacTa TakKxXke He
HUCKJTFOYaeTCsl.

Takum 06pa3oM, COXpaHSIETCsS TOCTATOYHO BBICO-
Kasi BEpOSITHOCTD TTO3ITHENepPMCKOro Bo3pacrta Lao-
suchus (cp. Bernardi et al., 2017). B aToMm cityyae uH-
JMOKUTaMCKass HaxoaKa MOXKET CIYXWUTb JOMOJHU-
TEeJbHBIM CBUIECTEILCTBOM, YTO B KOHIIE TIEpMHU Ha
Tepputopuu EBpasuu nmesn MecTo KpaTKUil 31307
MaciTabHON IIMPOTHOM 3KCMAHCUM ObICTpOBHUA-
HUO (HaIlemmmuii Takke OoTpaskeHUe B BSI3HUKOB-
CKoi1 (payHe).

DPAKTUYECKHUE NJIM BO3MOXHDIE
IMPOABIEHWA HEPABHOBECHOTI'O
(ITEPEXOJIHOTO) COCTOAHUA
B TEPMUWHAJIbHBIX [TIEPMCKHNX
TETPAITIOAHBIX COOBIIECTBAX
BHE EBPA3UNU

FOxcnaa ITonosana

IOxnaa Adpuka. ['eonornueckas jgeTonuch 6ac-
ceirina Kappy FOxHoit AGprkn cauTaeTcs OTHUM U3
JIABHBIX UCTOYHUKOB CBEACHU I 00 3BOJIOLIMU COO0-
ILIECTB MEPMCKUX HAa3€MHbBIX MTO3BOHOUYHBIX. TeM He
MeHee, JaHHble O HayajlbHbIX U3MEHEHUSIX B MUPE
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TEeTparom, CBI3aHHBIX C pacagoM IEePMCKOI OMOTHI,
B 9TOM CJIydae o4eHb CKynHbl. OHU KacaloTcs 3aBep-
1Iaro1Ieii mepMcKoit (payHbl OacceifHa, XapakTepu3y-
fomeit 3oHy Daptocephalus. HenaBHee yTrouHeHUe
o0BeMa 3TOM 30HBI, CBSI3aHHOE C PEBU3MEI CITUCKA ee
PYKOBOZSIIINX TAaKCOHOB (KOTOPHIMU Tenepb MpH-
3HaHBI TUIIMHOMOHT Daptocephalus leoniceps m Te-
pouedan Theriognathus microps), mpuBeia Takxke K
pa3neiaeHMI0O ee Ha nBe mnom3oHbl (Viglietti et al.,
2016). M3 HuX BepXHSISI OTBEYAET XOPOIIIO U3BECTHO-
My GaKTy MOSIBJICHMS 31eCh TUIIMHOTOHTOB poaa Ly-
strosaurus — OyayIlIero THIMYHOIO KOMITOHEHTA 11~
OHEPHOI TpHacoBOil OMOTHI. DTO M3MEHEHUE SIBIISI-
eTcsl, IO-BUAUMOMY, €IMHCTBEHHBIM M3BECTHBIM
JUIST perTMOHA CBUIIETEIBCTBOM, YKAa3bIBAaIOIIMM Ha
Havyajo IIEPeCTPOMKM TEPMUHAIBHOTO IEPMCKOTO
COOO0IIIECTBA B CTOPOHY ME3030ICKOro IlJIaHa opra-
HU3aLUU.

O1eHKa TaKCOHOMUYECKOIo pa3HOOOpa3ust ABYX
yacTeii 30HbI Daptocephalus, caenaHHasi Ha OCHOBa-
HUU HECKOJIbKUX COTE€H HaJleXHO MNpUBI3aHHBIX
KOCTHBIX HAaXoOJOK, TpMBeia K 3aKJIIOYEHUIO, 4YTO
OHO, CKOpee BCEro, Majio MeHSIJIOCh BO BpeMEHU, He-
CMOTpSI Ha 3aMETHO MEHbIIee YMCIO OCTaTKOB,
BCTpPEUYEHHBIX B BepxHeii moa3oHe. COOTBETCTBEHHO,
MpU3HaeTcsl Haubosee BEPOSITHBIM, YTO peajlbHOe
MaccoBO€ BbIMUPaHUE MOCHeIHEN MepMCcKoii hayHbl
MMEJIO 37eCh MECTO JIIIb B KPATKOM 3aKJIIOUNTEIb-
HOM BIMU30/Ie CYIIECTBOBAHUS €€ BEPXHEN MOA30HbI
(Viglietti et al., 2016). OOBEKTUBHO 3TOT BBIBOI MaJlo
COIIacyeTcsl ¢ paHee BBIABUHYTHIM MpPEACTaBICHUEM
o “cryneH4yaTom” BeIMUpaHuM (payHbl Daptocepha-
lus, OCHOBaHHOM Ha TIpearnojaraéMoM HaJIW4Uu B
MECTHBIX OCaJKax CJeAOB HECKOJbKUX (ha3 B3TOro
nponecca (Smith, Botha-Brink, 2014). IIpu stoMm
JIaHHbIE 00 YPOBHSIX ITOCJIEAHETO MOSIBJIEHUS B OCal-
Kax TeX WJIM MHBIX aHAJIU3UPYEeMbIX TAKCOHOB (JiexXka-
1€ B OCHOBE YKa3aHHOTO MPEeICTaBIeHUsI) HEPEIKO
CYIIECTBEHHO PACXONSITCS C aHAJIOTUYHBIMU MOCTe-
JIYIOIIMMU OLIECHKAMU, YTO OTYACTU MOXKET OBITh CBSI-
3aHO C Pa3IUYMUsSIMU B MOIITHOCTH COITOCTaBJISIEMbIX
JIoKambHBIX pa3pe3oB (Viglietti et al., 2016). Ho naxe
ecii (beHOMEH “CTyIleHYaToro” BbIMUPAHUSI B Ka-
KOI-TO Mepe peajieH, OH B 3TOM cjlyyae KacaeTrcsl
JIVIITE 3TAIOB obemHeHns dayHbI Daptocephalus, HO
He MOSIBJICHUSI B Heil HOBBIX 2JIEMEHTOB — MPENBECT-
HUKOB OynylmiuxX JIOMUHAHTOB WJU, HaOOOPOT,
“OXWMBIIMX~ PENUKTOB MpEIIIeCTBYIOMMNX 01oT. Ta-
KM 00pa3oM, OOJBIIMHCTBO (haKTUUECKUX ITPOSIB-
JICHUII TIepeXonHOro (HepaBHOBECHOTO) COCTOSIHUS
I0)KHOADPUKAHCKONH TEPMUHAJIBHOU TO3AHEIepM-
CKOM (bayHBI BCE €11 OCTACTCSI CKPBITHIM OT Hac.

Bocrounas Adpuka. [TozgHenepmckue TeTpamno-
Hble (ayHbl HOXHOA(GPUKAHCKOTO THUIA C MOJHBIM
JTOMUHHUPOBAHUEM T€PAIICU U3BECTHHI TAK3Ke Ha BO-
CTOKE KOHTMHEHTAa — Mpexie Bcero, B Manasu (dop-
mauus Yusera), 3amoOuum (6acceiid Jlyanrsa, popma-
mus Bepxusss Manyma6uca) m Tanszanuu (GacceiiH
Pyxyxy, dopmanus KOcunm). Cpenu HuX, IIpu cpaB-
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HEHUM C DBTAJIOHHBIMU cooblecTBaMu 0OacceiiHa
Kappy, ocobeHHo Bbiaesnsiercs dayHa FOcunu — us3-
3a BBICOKOI1 CTETIEHU SHAEMU3Ma, a TAKXKe U3-3a COB-
MECTHOTI'O TIPUCYTCTBUSI B HEMf MHOTMX POJOB, KOTO-
puie B FOxxHOIT AdprKe COOTBETCTBYIOT pa3HBIM BO3-
pacTHbIM (30HaJIbHBIM) MHTepBaiaM (Sidor et al.,
2010; Angielczyk et al., 2014a, b).

Ha done atux yept TaH3aHUIICKOIT (hayHBI 3aCiTy-
>KMBaeT CIlelMajJIbHOTO0 BHUMAaHUS (B paMKax Halllero
HCCJIENOBAaHUSI) IIPUCYTCTBUE Cpely €€ SHIACMUKOB
YHUKaJTbHOM TEeMHOCHOHIMJIbHOU amdpuodum Pelto-
batrachus. B coBpeMeHHBIX KJIaJUCTUYECKUX OITbITax
noctpoeHus cucreMbl Temnospondyli (Hamp., Yates,
Warren, 2000; Schoch, 2013) atot pon paccmaTrpuBa-
eTCcsl KaK MpeICcTaBUTENIb 0a3aIbHBIX “CTEpEOCIIOH-
IWJIOB”, HE MMEIOIIMI OJIM3KOIro POACTBA C KaKOii-
00 13 Me3030McKux rpymir. OmHakKo Mo HEOObIY-
HBIM OCOOEHHOCTSIM OCEBOTO cKejeTa 3Ta (opma
0J1M3Ka K TPUACOBBLIM IIarMo3aBpaM, M Ha 3TOM OC-
HOBAaHMU MOXET PE30HHO CYMTAThbCS MX pPaHHUM
MPUMUTUBHBIM  NpenuiectBeHHUKoM  (Panchen,
1959; HlumkuH, 1987; Milner, 1990).

IMostBneHne 3TOrO abEeppaHTHOrO TaKCOHA — B
YCJOBUSIX ITOYTH IIOJTHOTO OTCYTCTBUSI B IIO3IHEM Mep-
MU FOxkHo# I'oHABaHBI MHBIX TEMHOCITIOHAWJIOB, KPO-
Me agoMuHMpyromiero cemeiictBa Rhinesuchidae —
MO3BOJISIET C OCTOPOXHOCTBIO CAEIATh ABa IPEAIo-
JIoXeHus1. Bo-TmepBbIX, BO3MOXHO, YTO Mbl MMEEM
37eCh A0 C HadaJabHBIM HapyllleHNeM HOPMaJIbHOM
OpraHm3ald MECTHOM OMOThI, YTO ITO3BOJIMJIO 3a-
KPEIIUThCS B €€ COCTaBe HOBOMY KOMIIOHEHTY, Ipe/i-
BapsIIOLIEMY CTAaHOBJIEHME OOHOM 13 paHHEME30301i-
CKUX rpynil. Bo-BTOpPBIX, JOTMYHO IOIIYCTUTh, UTO
3TU COOBITHSI MOTJIM UMETh MECTO Mepe]l CAMbIM KOH-
LIOM IIEpMU, BMECTE C IpyTUMU (HEU3BECTHBIMU HAM)
MPOSIBACHUSIMU TIPEIKPU3MCHON AecTaOuIn3aiuu
TETparogHOro COOOIIIeCTRA.

JoCTOBEpHOCTb 3TUX IOMYIIEHUI ceiyac TpyaHO
npoBeputh. MayHy FOcumm 06BIMHO COMOCTABIISIOT C
1oxxHoadpukaHckoii 3oHoi Cistecephalus (ByyanuH-
CKUI SIpyC), ONUPAsiCh HE CTOJIBKO Ha UX MIPSIMOE CO-
OTBETCTBHUE, CKOJILKO Ha KOPPEJSILIUIO C Ha3BaHHOM
30HOM TETPANOMHOTO KOMILIEKca U3 opManuu
Bepxusasa Manymabuca B 3amM6uu. B cBoro oudepenb,
CUHXPOHHOCTb 3TOTO KOMILIEKCAa C COOOIIECTBOM
IOcunm o6ocHOBBIBaeTCS, TJIAaBHBIM 00pa3oM, TIpH-
CYTCTBHUEM B HUX OOILEro Buaa AULIUHOOOHTOB “Di-
cynodon” huenei (Angielczyk et al., 2014a, b). Ho ipa-
BOMEPHOCTb OTHECEHMSI 3aMOMIICKIX HAXOMIOK K 3TO-
My TakcOoHy (peBM30BaHHOMY TMO30HEE KaK BMI
Daptocephalus) mogsepraercss comHeHuio (Kammer-
er, 2019). Kpome Toro, npumMedaresibHO IIPUCYTCTBUE B
dayHe FOcunu tepouedana Theriognathus microps —
OOHOIO M3 PYKOBOIAIINX BUIOB TEPMUHAJILHOM
nepMckoii 30HBI Daptocephalus B FOxxHoiT Adpuke,
a TakxKe HaxodKa B TaH3aHUICKOI (payHe OuapMo3y-
xun (OypHeTHHIA), IPEANOI0XUTEIbHO, OJIN3KOM K
BUIY 13 ymoMstHyToi 30HHI (Sidor et al., 2010). OnHa-
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KO BO3MOXHOCTbH IIEpECMOTpa HAaTHUPOBKM (hayHBI
IOcumm B ctopoHy 00Jiee MOJIOOOrO BO3pacTa cama
1o cebe He TOBOPUT O €€ COOTBETCTBUM UMEHHO 3a-
BepllIaplIeMy MHTepBaily 30HbI Daptocephalus. Tem
caMbIM OCTaeTCSI HESICHBIM, OTBedYaeT JIM, B CaMOM
nene, TOSBIEHMWE TITarnos3aBponaa Peltobatrachus
Havajly KpU3UCHBIX UBMEHEHU B MO3IHEMEPMCKOM
ouore.

Ascrpamusa n Tacmanus. Cpenyi HEMHOTMX TeTpa-
MoJ U3 BOCTOYHOI yacTu FOxxHoi1 [oHnBaHbI, UMEIO-
KX (AOCTOBEPHO WJIM TIPEANOJOXUTEIbHO) TIepM-
CKMIA BO3pacT, CHEeLMabHOTO BHUMAHUS 3aCyXU-
BaeT OpaxMONMUIHBIN TeMHOocnoHaus Bothriceps u3
oTjioXeHuit rpynnbl BepxHnuit I[TapmuHep Ha 1oro-
BOCTOKe 0-Ba Tacmanus (Warren et al., 2011). Huk-
HsIS1 4acThb ATOM TOMIIU, coAepKaiiias octatku Both-
riceps, JaTUPYETCs B LIEJIOM KaK MHTEpBaJl Mepexoa
oT nepMu K Tpuacy. IlecuaHuku c ocraTKkamMu He-
onpenenumoro quumHonoHTa (Rozefelds et al., 2011),
HEIMOCPEACTBEHHO TOACTUJIAIONIME 3aXOpOHEHUe,
MMEIOT aOCOJIIOTHYIO HaTUPOBKY 253 * 4 MJIH JeT,
YKa3bIBaIOILY1O Ha MO3IHIOI0 MEPMb KaK MaKCUMaJlb-
HO paHHUI TOITyCTUMBI IJIsI HUX Bo3pacT. [1pu aTom
B LIeJIOM Opaxyuomnuibl U3BECTHBI KaK Me3030icKast
rpyrmna.

Ha ¢doHe cBoMX TUNMYHO OpaxUOIMUIHBIX OCO-
o6eHHocTelt pon Bothriceps moka3bsiBaeT Takke MO3a-
WKy HEOOBITHBIX JIJIsI CEMEMCTBA TuIe3noMopduii (Ta-
KMX Kak (popMa 3aJHEBUCOYHBIX OTBEPCTUI Yepera,
coxpaHeHue foramen chordae tympani B HUXXHeli ye-
JIIOCTU U Ap.), a, C APYTOM CTOPOHBI — PEAKYIO CpeaU
Temnospondyli cnennaan3anmio TO3BOHKOB, MMEIO-
IIMX OUIUIOCIIOHIWJIBHOE CTPOCHME, KaK y TyIuja-
KO3aBpuA. ITa KOMOMHALIMS YePT BBIIJISIAUT IIPUME-
poM “apxanyeckoro MHorooopasusi”, T.e., OYEBUI-
HO, TOBOPUT O IPUHAIJIEKHOCTU TAKCOHA K OMHOM U3
0a3aJbHBIX BETBEI, CBSI3AaHHBIX C PAaHHUM 3TaIlOM
CTAHOBJICHUSI OpaxWONMUIHOM opraHu3anuu. Takoit
craryc Bothriceps cormacyercss ¢ ero yrnmomsiHyTOM
“repexoqHo” JaTUPOBKOM, IPpUYEM €ro MepMCKUii
BO3PAaCT BBIIVISSAUT HanOoJiee BEPOSITHLIM.

Eme omHuM npuMepoM “yIpexmaroniero” ImosiB-
JIEHUSI Me3030MCKOM TpyINbl B PETHMOHE SIBIISIETCS
MPUCYTCTBHUE PUTUIOCTEUIHOTO TEMHOCIIOHIMJIA
Trucheosaurus B BepxHeii nepmu HoBoro FOxHoro
Vanbca ABctpanuu (Marsicano, Warren, 1998). On-
HAKO MHTEpBaJI, U3 KOTOPOIO IIPOMCXOIUT 3Ta Ha-
xonka (dopmanusa Imen I3BUC yIJIEHOCHOI TOJIIIN
Wnnasappa), natupyeTrcs 1o maJuHoMopdaM IKyIb-
(GUHCKUM (ByJallMHCKHUM) SIpYCOM, U, TEM CaMBbIM,
HEe OTHOCUTCS K TepMUHaIbHOM nepmu. Eciiu aTa na-
THUPOBKA BEpHA, TO ITOSIBJICHUE Ha YKa3aHHOM YPOBHE
paHHEro pUTHUAOCTEUAA TPYOHO CBSI3bIBAaTh C Hayda-
JIOM pacmajia IIepMCcKOi OMOTHI.

Cesepnas Agpuxa (Llenmpanvnas Ilanees)

Cpenu TeTpanogHBIX COOOIIECTB, OTHOCUMBIX K
MO3MHEH MEpMU, PE3KO BBIACISIOTCS SHICMUYHEIC
¢aynsr CeBepHoit AdbpuKku, BCTpedeHHbIE B (hopma-
uuu Mopagu Hurepum n ¢popmanuu MkakepH 6ac-
ceiina ApraHa B Mapokko. OHM M3BECTHBI 110 CKe-
JIETHBIM U CJIEIOBBIM OCTaTKaM U1 CBSI3aHBI C 9KBATO-
puaibHbIMU NasieopoTamu (Bernardi et al., 2017).
VHUKaTbHOCTh UX I'PYIIIOBOTO COCTaBa, OOBEIVHSI -
IOIIIETO KaK ObI pa3HOBO3PACTHHIE 3MI0XM, II03BOJISICT
JIOITyCKaTh, YTO B HUX 3a(PUKCUPOBAHO HEKOE Mepe-
XOIHOE (OTHOCUTEILHO KPaTKOBPEMEHHOE) COCTOSI-
HIE B 9BOIIOLIMY PETMOHAIBHOM OMOTHI — OYEBUIHO,
HaKaHyHe To3IHeIlepMCcKoro kpusuca. @akTudecku
B HUX HaOII0IaeTCsI COBMEIIEHNEe IEHCUIIbBAHCKO—
paHHENEepMCKUX II0 OOJIMKY 3JIEeMEHTOB C 0OoJjiee
no3gHUMU repMcKuMu popmamu. K mepBriMm B ay-
He Hurepum oTHOCSATCS TEMHOCIIOHAMIbHBIE aMpuI-
OMHU 300IOUIHOTO 3BOJIOLMOHHOIO YPOBHSI, BKIIIO-
yalolre B cedsl COOCTBEHHO 30onounaa (KOxjieo3aB-
puna) Nigerpeton W OJU3KO POACTBEHHBII TaKCOH
Saharostega (Sidor et al., 2005; Damiani et al., 2006;
Steyer et al., 2006; Sidor, 2013). B Mapokko, Iie TeM-
HOCITIOHAWJIBI TJI0X0 M3BeCTHHI (Steyer, Jalil, 2009),
cpenu aMduOUii OOMUHUPYET JEMOCIOHIWI—I1-
IUTOKAYJIWI, OJU3KUI K CEBEpOaMEPUKAHCKUM PO-
maMm Diplocaulus u Diploceraspis (Germain, 2010).
J1s1 mO3MHEIIepMCKOTO BpEMEHU BCE 3T BJIEMEHTHI
BBIIJISIAST “>KUBBIMU MCKOITAaeMbIMM”’, YHACJIECIOBaH -
HbIMM OT €BpOaMepUKAHCKOI MepMOKapOOHOBOIt
OMOTEHI, XapaKTepHU30BaBIlIeil “amado3aBpo—HEKTPU-
JIMEeBYI0” 3KBAaTOPUAIBHYIO TIPOBUHIINIO A. MujHe-
pa (Milner, 1993). Takas ke olieHKa OTYaCTHU OIIpaB-
JaHa ¥ IJI OOHOI M3 ABYX IJIABHBIX I'PYIII COITYT-
CTBYIOIIMX  PACTUTEIbHOSIAHBIX  pEenNTWIUNA  —
KanTtopuHup nomaceMmeiictBa Moradisaurinae ¢ MHO-
TOpPSITHBIMU 4YeMoCTHBIMU 3yOamm (Jalil, Dutuit,
1996; O’Keefe et al., 2005; Modesto et al., 2018). M6o0,
XOTSl KalTOPUHUIBI B pa3HOU CTEIIEHU U3BECTHHI B
tedeHue Bceit mepmu (Modesto, Smith, 2001; Reisz
et al., 2011), ux pacuBeT TakxXe CBsI3aH UMEHHO C Ha-
yaJiloM 3TOro BpeMeHU. EQMHCTBEHHBIM IIMPOKO
npeacraBieHHBIM B CeBepHOil Adpuke TeTpamnom-
HbIM KOMIIOHEHTOM, OOBIYHBIM U151 O3MHE TTepMU
B LIeJIOM, SIBJISIIOTCS Mapeiia3zaBphl (poabl Bunostegos
B Hurepuu u Arganaceras B Mapokko: Sidor et al.,
2003; Jalil, Janvier, 2005; Tsuji et al., 2013; Turner
et al., 2015). B ¢payHe Mopaau UM, Kak U MOpaar3aB-
puHaM, IIPUHALICKUT IIPUMEPHO TPETh BCEX HAXO-
nok (Bernardi et al., 2017). HanpoTtus, cKeneTHbIE
OCTaTKU Teparcu JUO0 HeU3BeCTHHI, JIM0O, B CIydae
¢dayHbsr Mopanu, IIpeacTaBlIeHbI IT0KA eTMHCTBEHHBIM
¢parMeHTOM, OTHOCHUMBIM MPEAIIOJOXKMUTEIbHO K
roproHorcusiM—pyoumkuuHaMm (Smiley et al., 2008).

Ecam rumoretnyeckn paccMaTpuBaTh HEOOBIU-
HYIO CTPYKTYpPY ceBepoadpuKaHCKUX COOOIIECTB KakK
MepexXoqHOe HEYCTOMYMBOE COCTOSTHUE, CBSI3aHHOE C
MPOLIECCOM Ie3WHTErpali MO3AHEIIePMCKOI 610~
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Thl, TO OHO, OYEBUIIHO, OJKHO OBITh TOCTATOYHO
OJIM3KUM TI0 BPpEMEHU K UTOTOBOMY TIEPMCKOMY BbI-
MupaHuio. T.e. BO BCSIKOM clly4yae, pedb JOJKHA U~
T IeHACTBUTENBLHO O (hayHax MO3IHENEPMCKOTO BO3-
pacra.

OmHako Ha caMoM JgJie JaTUPOBKa 3TUX CO00-
IIECTB He BIIOJIHE sicHA. [IpucyTcTBHEe MUIIIOKAYIUI
B MapoKKO IO3BOJISIET IOIIyCKaTh MX paHHEIepM-
ckuii Bo3pact (Dutuit, 1988; Milner, 1993; Lucas,
2004). C gpyroii CTOpOHBI, OTHECEHHE pacCMaTpUBa-
eMbIX (payH K mo3nHeu riepmu (Taquet, 1972) gacrto
MOApa3yMeBajo CPpEeIHIO MePMb B HBIHEIITHEM T0-
HUMaHUM. B 3TOM ciydae oHO, B OCHOBHOM, OIIApa-
JIOCh Ha CONOCTAaBJIEHHE MapOKKaHCKUX ¢opM (Kar-
TOPUMHUIA—MOpaau3aBpuHa U, TO30Hee, TUTLJIOKAY-
JmMaga) ¢ cooOlecTBaMM M3 Ka3aHCKOIO spyca
Bocrounoit EBporibl 1 M3 e€ro IpenroJjiaraBIIerocs
skBUBasieHTa B CeBepHoit AMepuke (Taquet, 1972;
Jalil, Dutuit, 1996). HakoHell, mIaBHBIE apryMEHTHI,
BBIABUTAeMbI€ B IIOJIb3Y COOCTBEHHO ITO3IHEIIePM-
CKOM JaTUPOBKMU (IIpeobiamalolieii HbIHe) — 3TO Be-
pOsITHOE TIPUCYTCTBHUE B (payHe Mopaay TOproHONM -
ITa—pyOmKNMHA, a TaKKe TOT (PAKT, YTO BCE U3BECT-
Hble I0)XKHOA(MPUKAHCKNE KAIITOPUHUIBI OTHOCSITCSI
MMEHHO K 3ToMy Bo3pacTty (Smiley et al., 2008; Tsuji
et al., 2013). bojsee KOCBEHHBIM JTOBOIOM CIY>KHUT CO-
ToCTaBJicHUEe ceBepoadpUKaHCKUX (ayH C HXHO-
koMIiekcom ¢dopmanuu Banb lapaeHa B FOxHBIX
Aubnax, gatTupyeMbIM mo3gHeil mepMmbio (Bernardi
et al., 2017). ITpuBsizka obCcyx1aeMbIx (payH K sipycam
BEpXHell mepMmu, T.e. BydanuHckomy (Sidor et al.,
2005, puc. 2; Hmich et al., 2006) nim 4aHCUHCKOMY
(Modesto et al., 2018), yka3siBaeTcsl peako u 0e3
KOHKPETHOTO 0O00OCHOBaHUSI.

OTMeTHUM TaK:Ke, YTO OLleHKa BOo3pacTa Hauboliee
PYTUHHOTIO IPyINIOBOro KOMIIOHEHTAa MapOKKaHCKOM
1 HUTepuiickoil payH, T.e. mapeiiazaBpoB, OCTAETCS
HEeOoOHO3HayHOoM. B 00oux ciryyassx oTMedaeTcs MX
cxonctBo ¢ ponoMm Elginia n3 Bepxneit mepmu 1llor-
JIAHAWW; HO JJis1 OoJjiee MU3y4eHHOrO0 HUTEePUICKOIo
Bunostegos oHO npenmnosaraeTcss KOHBEPTeHTHBIM, a
CcaM 3TOT TaAKCOH MTOMEIIAETCS B TPOMEXKYTOUHOE MO~
JIOXKEHUE MEXIY CpelHe- W MO3AHENepPMCKUMU T1a-
peiiazaBpamu (Jalil, Janvier, 2005; Tsuji et al., 2013;
Turner et al., 2015).

B TO ke BpeMsi, HhIHELIIHUE TIPEICTABICHUS O Te-
He3nce M cpele oOuTaHUsi ceBepoadpUKAHCKUX
MEPMCKUX (hbayH JOCTATOYHO €IUHOMYIIHBI. CBS3b
MX apXalndHBIX JIECMEHTOB C IEPMOKapOOHOBO# O10-
Toit EBpaMepuKu BBIIJISOAUT CaMOOYEBUIHOI; 00-
CYXIAaeTCsl TUIIb BOIIPOC, IMTOSBUIINCH JIX OHU Ha ad-
PUKAHCKOM KOHTMHEHTE B pPaHHEI ITepMU WU IPO-
HUKJIM Tyada nmo3aHee (Sidor et al., 2005; Steyer et al.,
2006; Damiani et al., 2006; Germain, 2010). B xaue-
CTBE TJIaBHOM MPUYMHBI SHAEMU3Ma MECTHBIX CO00-
LIECTB YKa3bIBaeTCsl yCHJICHUE apUau3aliiy KJuMaTa
B TEUEHUE MEPMU U, KaK CJIEACTBHE, BOSHUKHOBEHUE
B 9KBaTOPUAILHOI 30HE JIOMMMHCKOTO BPEMEHU 3a-

TMATEOHTOJOTUYECKUM KYPHATT N 1 2022

CYILIUTUBOTO TT0sIca CO cielIM(PUIecKoi OnoToii. AHA-
JIU3 JIUTOJIOTUM U T€OXUMUU MECTHBIX KOCTEHOCHBIX
TOJIIII YKAa3bIBACT Ha KJIMMAT, OJIM3KUI K ITyCThIHHO-
My, HO C PE€3KO BBIPA>KCHHBIMHM CE€30HAMMN MYCCOH-
HBIX ocaakoB. CuuTaeTcs, YTO 3TU OCOOEHHOCTHU, KaK
U npuHamiexxHocTh CeBepHoit Acdpuku (B TTo3mHeit
nepMu) K €eBpOaMEPUKAHCKON (QIOPUCTHISCKOM
MIPOBUHIIMU, C TOMUHUPOBAHUEM BOJIbIIMEBBIX XBOI-
HBIX U APYTUX IOJIOCEMEHHBIX, OOYCIOBMWIN OMOTU-
YJecKylo 000co0JieHHOCTh pernmoHa oT FxHoit
T'oHaBaHBI C €€ yMEpPEHHBIM KJIMMAaTOM U IJIOCCOMNTe-
pueBoii diopoii (Sidor et al., 2005; Steyer et al. 2006;
Sidor, 2013; Looy et al., 2016; Bernardi et al., 2017).

Mpest mypoTHO-KIMMATUYEeCKOM 00YCIOBICHHO-
CTHU 3HIEeMHU3Ma ceBepoadpuKaHCKNX dayH MOJIyIHn-
Jla TaKKe pa3BUTHE B paMKax OOIIero aHajausa Jio-
MMHCKNX KOHTUHEHTAJIbHBIX 0MOT. CoIJIacHO T'UIO-
te3e M. bepHapnu c coaBt. (Bernardi et al., 2017), B
TO30HEN MepMU IPAAUEHT LIMPOTHOMN NPEACTABICH-
HOCTH TETPAIIOAHBIX I'PYIII BLICOKOTO paHTa IT0OKAa3bI-
BaJl Hapacmadue  CMopPoHy IK8AmMopa, 9To COTNacyeT-
Csl C PSIIOM MPEXHUX OOOOIIEHUI, OOBSICHSIIOIIMX
TaKMM IyTeM IMOBBILIEHHOE pa3HOOOpasue cocTaBa
TPOITMYECKMX COOOIIECTB — KaK CETOMHSIIHNX, TaK U
JIPEeBHUX. ABTOPBHI YIOMSIHYTOM TMIIOTE3bI, KaK U
MHOTHMe€ IPYyrye UCclieIoBaTeIN, CKIIOHHBI CBSI3bIBAaTh
YKa3aHHYI0 OCOO€HHOCTh C TEM, YTO HM3KOIIMPOT-
HBIM cpellaM BOOOILE JOJKHBI ObITb CBOMCTBEHHBI
KaK MO8blUIeHHbIE MeMNbl 603HUKHOBCHUSI HOBbIX JHCU3-
HeHHbIX hopMm, TaK U 3aMedNeHHOe BbIMUPAHUE CINADbIX.
Taxkum o6pazoM, MpUHUMAETCS, YTO 00€ 3TU 3aKOHO-
MEPHOCTH (BKJIAJI KOTOPBIX B TPOIMUYECKOE Pa3HOO0-
pasme obOcyXmaeTcsl ¢ JaBHero BpeMeHM: Stebbins,
1974) nposiBASIIOTCS B HU3KMX IIMPOTAaX OJHOBpE-
MeHHO. Kak nmpuMep nepBoro addexra, mpuBOIUTCS
MOSIBJIEHME B ITIO3MHETIEPMCKUX COOOIIECTBAX apXo-
3aBpoMopd (B yMciie OYAYILINX ME3030MCKUX JOMU-
HAHTOB); B KayeCTBe IpUMepa BTOPOrO — COXpaHe-
HHE apXandHBIX aM@UONit 1 KaITOPUHUI B 00CY:KIa -
eMbIX ceBepoadpukaHckux dayHax (Bernardi et al.,
2017).

Takum o6pa3om, 1Ba MOAUYEPKHYTHIX BbIlIE (DEHO-
MeHa (“yrpexgaloniee” MosBICHNUE 3BOJIOIUOHHBIX
HOBILIECTB U “3amasjapiBaloliiee” MCUE3HOBEHUE OT-
JeJIbHBIX PEJIMKTOB) pacCMaTpUBAIOTCS B 3TOM CIIy-
yae KakK ITOCTOSIHHbIE CBOMCTBAa HU3KOILIMPOTHBIX
OUOT, T.e. MOJYYAIOT MCKIIIOUUTENIbHO HPOCMPAH-
cmeeHHoe OObBbsICHeHue. Mexay TeM, MO HalluM
MpencTaBJIeHUsIM, Kak ObLIO yKa3aHO Bblllie, 00a 3TU
SIBJIEHUSI OTHOCSITCS K OXWJIaeMbIM 3aKOHOMEPHO-
CTSIM CUCTEMHOI MepecTPOMKU COOOIIECTB U TOTOMY
UMEIOT HeOOHOPOOHYI0 OUHAMUKY 60 épemenu. VImeeT-
csl B BUILY, UTO HEOOpaTUMOE HapyllIeHUe CTabUIbHO-
CTU OUOTUYECKOI CUCTEeMBI B MOPOTOBBIX YCIOBUSIX
MPUBOAUT €€ B HepasHOBecHoe cOCmosHue, TIPU KOTO-
POM BHYTPEHHUE B3aUMOCBSI3U, KOHTPOJIUPYIOLIUE
€€ CoCTaB, ocyabeBaloT U TepsIoT 3(h(HEKTUBHOCTL. B
CUJIy BTOTO OTleJIbHbIe MapriuHalbHbIe KOMITOHEHTHI
co00I1IeCTBa MOJIY4YalOT BO3MOXHOCTb OBICTPOTO pO-
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CTa YMCJICHHOCTU M YCKOPEHHOM CTaOMIM3alluu —
OyIdb TO HedasHO O3HUKUIUE BAPUAHMbL IHCUSHEHHbIX
dopm, uau e omoenvHble PeAUKMbL CAPLIX SPYAN.
DTOT XOH4 COOBITUIT HEM30EXKHO IIPUIAET IIPOLECCY
MCTOPUYECKHMX MpeoOpa3oBaHuil OMOT HepaBHOMED-
HBI (IIpepBIBUCTHII) XapaKTep, KOTOPHIM He HaXo-
JIUT BBIPAXKEHUS B YMCTO IPOCTPAHCTBEHHBIX OOBsIC-
HEHMSIX UX TMPUYMH. DTUM HE OCHapuBaeTCs BO3-
MOXHOCTb BeAyIIei poid HU3KOIIMPOTHBIX Cpel B
¢opMHUpOBaHUM pPaHHUX MOIEIeil OpraHM3alMOH-
HbIX HOBIIECTB — I10 KpaiiHeil Mepe, AJIs 310X C pe3-
KOl 1IMpoTHOU nuddepeHmanueili kKimmara (3¢h-
dekT “aKBaTOpMAILHON IIOMITHI”: JlapamHTTOH,
1966). OpmHako mpeBpallleHWe TaKUX MOIejeil B
YCTOMYMBEIE TUIIBI OpTraHu3aluKu (SOIUMHCTBEHHO
yJIaBIMBaeMbIe T€0JI0TMIECKOM JIETOIMCHIO) enBa JIu
MMEET CTOJIb XK€ OMHO3HAYHYIO 30HAJIbHYIO 00yCJI0B-
JIEHHOCTb.

B cBeTe ckazaHHOro, Kacasich MpUYUH COXpaHe-
HUS PEIUKTOB, €IBa I MOKXHO allpHUOPU OTOXIECTB-
JIITh X ¢ “KOHCEPBUPYIONIE” POJIbI0O HU3KMX IIIN-
poT. Bo-1iepBhIX, CBS3BIBasI C TpOMUKaMU (DOPMUPO-
BaHUE HOBBIX MOJIeJIEif OpraHU3alMU, Mbl TEM CAMbIM
MIpU3HaeM 6onee no3oHee 3aKpenjeHnue TIOCIeTHUX B
BBICOKUX IIIMPOTaX, IIe OHU MOTYT U COXPaHSIThCS
JIOJIbIIIE, YeM B O0JIACTSIX CBOETro IOsIBJIeHUs (“BHE-
SKBaTOpUAJIbHOE ITepcucTUpoBaHne”: MeiieH, 1986).
Bo-BTOpHBIX, TOBOPS 00 Uckonaemwvix peIUKTax, Mbl BO
MHOTHX CIIy4asix MMEeM B BUIY “BO3BpalllcHUe” TaK-
COHA B JIOCTYMHYIO T€OJ0TMYECKYIO JIETOIMMCH MOCe
OIpeAeIeHHOTO XPOHOJIOTUYECKOTO MepepbiBa. DTOT
denomen (“Lazarus” agdeKkr), oTpaxalollnil mo-
BTOPHOE YCUJICHUE POJIA TAKCOHA TTOC]Ie TIepruoaa ero
MapTUHaIM3allu1, OYeBUIHO, YKAa3bIBaeT Ha CUCTEM-
HbIEe U3MEHEHMUSI B COOOIIECTBE, K KOTOPOMY OH IIPU-
Hamiexutr. Ho Takne M3MeHEeHUs MO IIPOUCXO-
JIUTh B Pa3HBIX IIUPOTHBIX 30HAX.

3aTpOHyTOE BHIIIE pa3iMuve B TIOHUMaHUU IIPU-
YUH COXpaHEHMST PEJIUKTOB B COCTaBe MPOABUHYTHIX
COOOIIIECTB MOXET OBITh MOSICHEHO Ha IIpUMepE pac-
CMOTPEHHBIX CeBepoadpUKaHCKUX O3THEIIEPMCKUX
¢ayH, B KOTOPBIX COXPaHSIIOTCSI NIyOOKO apXxanyHble
amMuoun (3M0IMOUIHBIE TEMHOCIIOHIWIIBI U HEKTPHY-
Iuu—auruiokayauabl). IlpocrpancrBeHHOe (“Im-
POTHO-KJIUMaTU4YeCcKoe”) OOBbsSICHEHWE HaHHOTO
¢akTa SICHO yKa3bIlBaeT Ha MCTOUYHMK IIPOMCXOXKIC-
HUS OTUX IPEBHUX I'PYIIII, HO HE 3aTparuBaeT BOIPO-
ca 0 TOM, HACKOJIbKO 3HaUYMMa ObljIa UX POJib B 6oJiee
paHHUX COOOIIECTBAaX, CTOSIINX OJIVKE II0 BpEMEHU
K IepMOKapOOHOBOI 3KBaTopuanbHOI payHe EBpa-
Mepuku. C Ipyroil CTOpOHbI, B paMKax CUCTEMHOTO
B3IVIsI1a HA MeXaHU3M (payHUCTUUECKUX IIEPECTPOCK,
caM ¢akT aHOMAJbHOTO IIPUCYTCTBUS OPEBHUX
IPYIIN B COCTaBe HEOOBIYHOI IS HUX OMOTHI MTO3BO-
JISIET C U3BECTHOI BEPOSITHOCTBHIO ITOJ03pEBaTh MO~
BTOPHOE€ BPEMEHHOE YCUJICHUE UX POJIM BCJIEH 3a Te-
puonoM ux yracaHusi. YToObl MOATBEPAUTH TaKOE
MIPEAIIOJIOXEHNE B OTHOIIEHUN ceBepoappUKaHCKIX
dayH, HeoOXoaMMO OBLIO OBI pacItonaraTb JaHHBIMHA

O MPEIIIECTBYIOIIMX STAIlaX UX SBOJIIOLUY B TEUCHUE
nmepmu. ITOoCKOJBKY Takue CBEICHMSI OTCYTCTBYIOT,
MBI MOXEM ONUPAThCS JUIIb HA HEKOTOPhIE KOCBEH-
HBbIE CBUIETEIbCTBA.

B nepByto ouepenb OHM KacaloTcsi MApOKKaHCKO-
ro mumokayiauna (Diplocaulus minimus). M3 tpex
M3BECTHBIX YE€PENOB 3TOU (DOPMEBI 1Ba COXpAaHWJINCH
JIOCTATOYHO MOJIHO U TTIOKa3bIBAIOT OAMHAKOBBIN TUII
aCUMMETPUM — YKOPOUEHHOCTb U 3aKPYIJIEHHOCTb
MpaBoro 3agHeOoOKoBoro yria yeperna. MHauBumy-
ajibHasl U3MEHUYMBOCTh 3€Ch MAJIOBEPOSITHA, U BO3-
MOXHON TNpPWYMHON 3TOM abeppalliid Ha3BIBAIOT
nposijieHue “cpempoBoro crpecca” (Germain, 2010).
Ham, omHako, mpencraBisieTcsi Haubosiee BeposiT-
HBIM MCTOJIKOBaHUE 3TOro (heHOMeHa KaK TUITUYHO-
IO CBUJIETEBbCTBA I'PYIIIOBOI N3MEHUUBOCTHU DUy~
Ma HakaHyHe ero BeiMupaHus (cp.: Hlmmkun, 2017,
2019a). Mmeercs B Buay, 4TO KPUTHUYECKAsT CMEHa
YCJIOBUI CyILIECTBOBaHMUS “HOPMAJILHOTO” TIPENKO-
Boro MopoTumna cieyajia HeBO3MOXHBIM €ro yCToM-
YKUBOE BOCIIPOU3BOJCTBO B ITOKOJEHUSIX U TPUBEJIa K
€ro 3aMeHe MPOCTPAHCTBOM JIAOMIbHBIX Bapualluid,
Cpellu KOTOPBIX OJIHA UJIM HECKOJILKO CMOTJIM CTaOu-
JIM3MPOBATHCS Ha KOPOTKOE MCTOPUUECKOE BpEMS B
KayeCTBE OTHOCUTEJIbHO >KM3HECIIOCOOHBIX (TpuMe-
poM dyeMy u sBisercss D. minimus). B atom ciyuae
HEIMOCPEeACTBEHHAs MIPEAbICTOPUS JAHHOTO JUTLJIOK-
ayJIuaHoro MopgoTurna, CBs3bIBarolllasi ero ¢ Hop-
MaJIbHBIM TIPEIKOM, HE TIpeicTaBiisiia coboii psina
OIMHAKOBO YCTOMUYMBBIX U 3HAYUMBIX (hOPM, HO Je-
MOHCTpMpOBaJia MPOBaJ B YUCJIEHHOCTU U CTaOWUIIb-
HOCTU 0co0eil, peau3yeMbIX Ha MPOTSIKEHUU 3TOTO
nepexoja. Torna Mopdoorusi 3Toro TakcoHa, oye-
BUIHO, CBUIIETEIbCTBYET O €ro (POpMUPOBAHUU Ha
OCHOBE HEpaBHOBECHOI (HEYCTOIYMBOI) OpraHmu3a-
MU Yy OIMKAWIIKMX TPEaKOB.

JpyruMm OOBEKTOM pPAaCCMOTPEHUSI MOXKET CIIy-
XKUTD MPEbICTOPUS ITO3AHUX KAITOPUHUI—MOPAIN -
3aBpUH. XOTSI KOHKPETHO IJisl ceBepoadpUKaHCKUX
pOIOB OHA HEM3BECTHA, €€ IIPUOIM3UTEIIHFHO MOXHO
OLIEHUTH JJISI TIEPMCKOM cyiu B 1ieoM. IlomgaBsiio-
1asi 4acTh MHOrooOpa3usi Mopaau3aBpUH, KaK U
KanTOpUHUA BOOOIE, MNPUXOAUTCS Ha PaHHIOW
nepMb CeBepHOit AMepuKU. B cpenneii mepMu nMme-
I0TCSl JIIIb KpailHe penkue Haxonku u3 EBpasuu,
oTHocsIuecss K auHoledanoBoii ¢ayHe (Geca-
togomphius u3 ka3zaHckoro sipyca Bocrounoii EBpo-
nbel u Gansurhinus u3z ¢opmauuu Cunaroy Kuras:
Brromkos, YymuHoB, 1957; Reisz et al., 2011). B
MO3MHEHA MepMM MOpPaIu3aBPUHBI CHOBA BXOOST B
YUCJIO PETMOHAJIbHBIX TOMUHAHTOB — TeIlepb YXe B
CeBepHoii Adpuke, 1, KpoMe TOr0, OHU M3BECTHEI
10 eOIMHWYHBIM OCTaTKaM H3 OJM3KuX obacreid
IOxnoit u LentpansHoit EBponbl (ciou Ilopt ae
KaHoHnx o-Ba Maiiopka u ueximuteiiH I'epmaHuu:
Sues, Munk, 1996; Liebrecht et al., 2017). Enun-
CTBEHHasl OJHOBO3pacTHasl HaXoJKa BHE 3THX apea-
JIoB (OTHECEeHHasI K cpeaHernepMcKoMy Bumy: Reisz
et al., 2011) mpoucxonut u3 BuyrpenHeit MoHronuu.

TMAJTEOHTOJIOTUYECKUM KYPHATT Ne 1 2022
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Bce ocrambHBIE ITO3mHETIEPMCKHE KaOTOPWHUIIBI,
nmpoucxonsamue ueaukoM u3 HOxHoit Adpuku, He
OTHOCSTCSI K MOpaar3aBpMHAM U IpUHAIJIEXKaT MeJI-
KMM HAaCEKOMOSIHBIM (DOpMaM C OTHOPSITHBIMH 3Y-
0aMM WM 3a49aTOYHOM MHOTOpSIHOCThIO (Gow,
2000; Modesto, Smith, 2001). Takum obGpa3zoM, J0-
CTYIHBIE JAaHHBIE 110 UCTOPUY MOPAA3aBPUH yKa3bI-
BalOT Ha X yracaHue B IBaAeyIICKOE BpeMsI C IMOCIe-
JIYIOIIVM JIOKAJILHBIM BO3BpaIlleHUEM B YUCJIO TOMU-
HAHTOB K KOHIIy ITlepMH. DTa HabJrogaeMasi KapTuHa
WCTOPUHU TPYINIILI OJIM3Ka K TUnuyHoMmy “Lazarus”
3¢ peKTy, OTIINYASICH I C1a00i BRIPAKEHHOCTHIO
VUIA KPaTKOCTHIO IIpo0esia B €€ TOKYMEHTUPOBAHHOM
geroncu. OHa TTO3BOJISIET C OOJIBIION BEPOSITHO-
CTBIO JOITYyCKaTh, YTO BaxkKHasl POJib MOpaIW3aBpUH,
oTMeuvaeMasl IS ceBepoadpprMKaHCKUX COOOIIECTB,
He Oblj1a HeTTOCPEACTBEHHO YHAC/IeA0BaHa OT IEPMO-
KapOOHOBOI OMOTHI, HO CJIOXMJIACh 30eCh 3aHOBO.

IIpu cerogHsIIHEM ypOBHE 3HAHUIT HESICHO, Ha-
CKOJILKO OMNMCAHHBIE IIPOLIECCHl KOHKPETHO HMEIU
MECTO B XOJI€ CTAHOBJICHUS ceBepoapUKaHCKX (payH.
Ho, B 11060M ciiydae, cam (pakT MPUCYTCTBUS UTLJIOK-
ayJIM WIM ST0NOUIHBIX aM(MuOMii B OTHOM COOOIIIe-
CTBE C ITapeiiazaBpaMy OTYETIMBO CBUICTEIBCTBYET,
YTO IIOCJIeTHEE TTOKA3bIBAJIO YepPThl HEPAaBHOBECHO-
CTHU ¥ CIIOXMJIOCh OTHOCUTEIBHO HEAABHO 110 OTHO-
IIEHUIO KO BPEMEHM CBOETO PErMCTPUPYEMOTO Cy-
mectBoBaHus. CIpaBemlJIMBOCTb CKa3aHHOTO COXpa-
HSETCI WM B TOM THUIIOTETUYECKOM ClIydae, eCiIu
ceBepoadpukanckne (ayHbl B IeHCTBUTECIHLHOCTH
OTHOCSITCS K cpemHeil mepMu (cM. BheIlre). B atom
cJIydae CBOMCTBEHHBIC UM IPOSIBIICHNS HEPaBHOBEC-
HOCTU MOIJIM Obl COOTBETCTBOBATh pPaHHEi cTaguu
CUCTEMHOTO IIepexoa OT IBaAeIyIICKOM OUOTHI K JIO-
TMIMHCKOM.
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On Traces of Non-Equilibrium States in the Evolution
of Terrestrial Vertebrate Communities Across Paleozoic—Mesozoic Boundary

M. A. Shishkin

Borissiak Paleontological Institute, Russian Academy of Sciences, Moscow, 117647 Russia

Evolutionary change in a living system starts with a violation of system’s equilibrium and an increase in its
internal disorderliness. Typical manifestations of this process are exemplified by the transformation of the tet-
rapod faunas across the Permian—Triassic boundary. These are seen both at the end of the transition to a new
equilibrium (in the pioneer Triassic faunas) and at its beginning (in the terminal Permian communities). In
the first case, the most distinct manifestations are: unfinished state of structural changes within some new
groups; a high degree of endemism of regional pioneer communities, and the heterogeneity of their change
with time. In the second case, as can be seen from the analysis of the early-crisis (Vyaznikovian) biota of East-
ern Europe, the observed events primarily include: the “precocious” appearance of some future dominants;
the “return” of a number of relics to the fossil record; and the examples of the explosive group variability in
some taxa close to extinction. Actual or probable traces of non-equilibrium changes, similar to those noted
in the Vyaznikovian biota, can be also partly traced in other Late Permian faunas of Eurasia and in coeval

communities of southern and northern Gondwana.

Keywords: Permian, Triassic, tetrapod faunas, evolution, organizational equilibrium, disorderliness

TMATEOHTOJOTUYECKUM KYPHATT N 1 2022




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


