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DBOJIIOIIMOHHBIN MepeXo XKMBOM OpraHU3allii K HOBOMY CTaOMJIBHOMY COCTOSTHUIO HAYMHAETCS C Hapy-
IIIEHUsI ee TIPEKHETO PaBHOBECHSI M TEM CaMbIM — C BO3pacTaHUSI OPraHU3aIMOHHOM HEYTTOPSIIOYEHHOCTH.
HccnenoBaHue ciaenoB TaKWX HAPYIIEHUI HA MPUMepe CMEHBI COOOIIECTB HAa3eMHBIX TTO3BOHOYHBIX MTPU
rnepexoje K Me303010 MoKa3ajo, YTo Haubosiee 0ObIYHBI CpeIM HUX clienyloliue: (a) “ymnpexnatliee” 1mo-
sIBJIEHUE OyayIIuX TOMUHAHTOB; (0) “3ddekT Jlazaps™, T.e. Bo3BpallleHUe B JISTONUCH paHee “HUCUYe3HYB-
mux” ¢hopM; (B) MosiBIeHUE “TaKCOHOB KaTtacTpodbl” 1 (T) apdekT “apxarueckoro MHorooopasusi”. AHa-
JIM3 paHHEM UCTOpUYeCKOi (pa3bl yKazaHHOTIO Ilepexona (CpeaHernepMCKUiA KpU3KC), PUKCUpyeMoil B CyH-
IBIPCKOM TeTparnomHoil ¢dayHe BocTtounoii EBporibl, mokasbIBaeT, 4To Jt000€ MOmoOHOEe TPOSIBICHUE
HEYIOPSIIOYEeHHOCTH B COCTaBE COOOIIIECTBA MOXET ObITh OMTHOBPEMEHHO CUMITTOMOM U APYTMX TUITUYHBIX
HapylleHni ero opranu3annu. Tak, yrpeskaarolee MosiBJieHUe 31eCh TPy aMbuOnii, XapaKTepHBIX IS
MO3IHel IIepMu — IBMHO3aBPUI U XPOHUO3YXUI — O3HAYaeT HapsIIy ¢ 3TUM NposiBiaeHue “3ddekra Jlaza-
psi” B IIEPBOM cCJlydae 1 MosIBJIeHUe “TakcoHa KatacTpodbl”, Hapsiny ¢ 3¢dheKToM “apXxanyeckoro MHOToO-
obpa3susi”, — Bo BTOpoM. PaccMoTpeHa BO3MOXKHOCTD BBISIBJIEHUS ITOTOOHBIX CHMIITOMOB HapyIlleHUs paB-
HOBECHSI B HEKOTOPBIX IPYTUX CpeIHEeNnepMCcKUX (hayHax.
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JI1060e ycToitunBoe 3BOTIOIMOHHOE M3MEHEHUE
€CTh pe3yJIbTaT mepexoaa OGHOJOTHUYECKOM CUCTEMBI
(B IIpoliecce eCTECTBEHHOTO 0TOOpa) K HOBOMY pAGHO-
gecuro B3ameH yrpadyeHHoro (Shishkin, 2018). Takoii
XOI, COOBITHIT HeM30eKeH Ha BCeX YPOBHSIX OpraHu3a-
LIMY KMBOTO, HAUMHAS C €€ BUIOBBIX MU IPYITIOBBIX
XapaKTepUCTUK, U BIUIOTh A0 3KOCUCTEMHOI opra-
HM3alnM coobimecTB. Bo Bcex aTnx ciygasx yrmoms-
HYTBIM Mepexon IpearojiaracT cHadala HapyuieHue
PaBHOBECUSI CUCTEMBbI, YTO BbIPAXKAETCS 68 CHUNCEHUU
ee ynopsi0oueHHocmu — B BUJIE 1eCTAOUIM3aIlM € Xa-
pakTepHBIX MapaMeTpoB. DTO O3HAYAET, UTO C MPHU-
OMIKEeHUEM KPUTUUYECKUX CPENOBBIX W3MEHEHUt
MpexXHee YCTOMUYMBOE COCTOSIHUE CUCTEMbI ympa4i-
éaem cnocobHocms K 3¢hghekmueHoil camopezyrsyuu
(camonoddepxucanuro), T.€., ero IyKTyalluy HapacTa-
10T, CTAHOBSITCS 0OoJjiee NIUTEIbHBIMU U BCE MEHee
obpatuMbiMu. THOE Havaio 3BOIOLIMOHHOTO U3Me-
HEHUS HEBO3MOXHO ITO OIpelelieHuIo, MO0, MoKa
KUBag CCTeMa CIIOCOOHA peaKCUPOBATh BO3MYIIIE-
HUSI, MONACPKUBasi CBOU XapaKTePUCTUKU, OHA OCTa-
eTCs UICTOPUYECKU HEU3MEHHOIA.

CyxeHrue BO3MOXHOCTE Peryysiiuu CUCTEMBI B
KPUTUYESCKUX IJIsI HEe YCIOBUSIX O3HAYaeT yrpo3y ee
KHU3HECIIOCOOHOCTH; IO3TOMY YCHEIIHbINA CEICKTUB-
HBIIA TIOMCK CHCTEMOW HOBOTO paBHOBecUs (Kak
€IMHCTBEHHOI aJbTepHATUBLI €€ HCYE3HOBEHMUIO)
JIOJDKEH KaXXOblii pa3 IJIUThCS JIMIIb OTHOCHUTEIBHO
HEIO0JITO B CPAaBHEHUM C MHTEPBaJIaMU €€ CTaOMIbHOIO
CYLLIECTBOBaHMUSI B X0/i¢ 3BoIOLMU. M, COOTBETCTBEH-
HO, LIIAHCHI HAa COXPaHEHUE CJIeI0B TAKUX ITIEPEXOIHbIX
MOUCKOBBIX 3TAIIOB B JOCTYITHOM I'€OJOTrMYECKOM Je-
TOIIMCU OOBIYHO HE OYEHb BEJIMKU. DMIIMPUYECKUE
HOATBEPKICHUSI 3TOW 3aKOHOMEPHOCTHU, BBISIBIIsIC-
MbI€ Ha MCKOITA€MOM MaTepuajie, U3BECTHHI IO TAKUM
00001IeHUSIM, KaK, HAIIpUMEp, BbIMaACHUE TTIEPEXO-
HBIX (hOpM U3 JIETONMUCU WIU UIesT “TIPEepbIBUCTOTO
paBHOBeCHsI” B 9BOJIIOIIMY BUIOB.

C apyroii CTOpOHBI, OYEBHUIHO, YTO SBOJIIOLIMOH-
HBbI epexo XXKUBOU CUCTEMbl K HOBOMY TUIY paB-
HOBecHUSI He sBJseTCs rpagyaibHbiM. Ha neme oH
MpeACTaBIIsIET COO0I Yepemy SIMMM30/I0B OTHOCUTEIb-
HOIT cTabuIn3aluu MpeTepreBaeMbIX CUCTEMOI U3-
MEHEHUWM, YTO MO3BOJISIET €M KaXAbI pa3 BDEMEHHO
MepcUcTUpoBaTh (yIepXKUBaTh paBHOBECHE) B Ka-
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KOM-TO OTPAHUYEHHOM CIIEKTPE M3MEHEHHBIX XKU3-
HEHHBIX yciaoBuii. HapylleHue mnocienHux cHoBa
BBIHYXXIAE€T CUCTEMY MEHSITBCSI B CTOPOHY OUepPETHO-
IO OTHOCUTEIILHOTO paBHOBECUSI — BIUIOTh IO IOCTU-
XeHus €10 (B clyyae yIauM) yKe TOJITOCPOYHOM cTa-
omnbHOCTA. OUYEeBUIHO, YTO CJICABI OTACIBLHBIX SITH-
3010B TAKOTI'O MPOMEXYTOYHOTO PAaBHOBECHUSI MOTYT
TaKXe C U3BECTHOI BEPOSITHOCThIO (PMKCUPOBATHCS
Ha MCKOITaeMOM MaTepuajic — B paMKaX OOIIEero 1e-
pexoma MeXIy ABYMsI BHICOKO YCTOMUMBBIMU MOJIE-
JIIMU OpraHU3aluu.

O HEKOTOPBIX TUTIMYHBIX CJIEAAX
IMEPEXOAHBIX COCTOAHWM BUOTbI
B '’EOJIOTMYECKOMU JIETOITNCH

Psan xapakTepHBIX HpOSIBICHUIA 0OOCYXIaeMOTro
HEepaBHOBECHOIO Ilepexojia, OTHOCSIIUXCSI K COObI-
TUSIM pa3HOTO Maciutaba, ObLT paHee pacCMOTPEH
HaM{ B OTHOILLIEHUM CMEHBI Ha3eMHBIX [TI03BOHOYHBIX
Ha pyOexke majeo30s 1 Me303051, OTBEYaloIleM KPYyII-
HeMIIel 3KOCUCTEMHOM TepecTpoiike. 31ech YKIO-
HEHMsI OT OpPraHM3allMOHHOTO paBHOBECHUS — JIMOO
WCXOIHOIO, JIMOO IOCIEAYIOIEr0, MPUILIEIIIETo eMy
Ha CMEHY — OBbUIW BBISIBJIEHBI, C OMHOW CTOPOHBI, U3
COIIOCTAaBJICHMS JIOKAJIbHBIX MHMOHEPHBIX TETPaIlo-
HbIX (payH paHHEro Tpuaca, a ¢ Ipyro — u3 aHajiusa
HayaJIbHBIX IIaroB AECTPYKIIUW ITO3MHENEPMCKOMN
OMOTHI, 3amevyaTIECHHBIX B TEpMUHAJIbHOI (BSI3HU-
KOBCKOI1) IepMCKoii ¢payHe TMO3BOHOYHBIX BocTou-
Hoit EBponbl (IIumkun, 2017, 2019a, 6, 2022). Ot
VKAOHEHUsL O CUCMEMHOU YNOPSAO00UEeHHOCMU TNOO0 BbI-
CTYNarT KaK HapyIIEHUS CIOXUBIIEHCS HOpMasb-
HOM opraHu3aluu (TaKCoHa WJIM coOo0IIecTBa), TN0OOo
YKa3bIBalOT Ha He3aBEPIIEHHOCTh TpaHC(opMaluu
NocJeIHe B UICTOPUYECKH HOBBIM TUIT PABHOBECHSI.

Cpenn m3MeHEHUI TaKoro pojia, HaOJIoJaeMBbIX
MpU Mepexoie MUpa TeTparo oT IMepMU K Tpuacy U,
KaK yXe CKa3aHO, HeM30eXHBIX IIPU JII000I 3BOJIIO-
OUOHHOI TpaHchopMal, OOJBITMHCTBO MOKET
OBITh YCIIOBHO 00O3HAYEHO KaK BapUaHThI “COBMeE-
IeHUSI HecoBMecTUMOro”. B oTHouleHun cocmasa
nepexooHbsIx coobuecma 3TO oApa3yMeBaeT IIPUMEPHI
COCYIIIECTBOBAHUSI B HUX TPYIIN, MapKUPYIOILIUX “B
HOpMe” 3aBeIOMO pa3jiMyHble (1 HE BCEraa Hallpsi-
MYIO TIPEEMCTBEHHBIC) CTAOMIBHBIC 3TAIThI B COCTOS -
HUU OUOT. AHAJIOTUYHBIM 00pa3oM, 6 mopghosoeuu
omadenbHbIX MAKCOHO8 B 3TUX COOOIIIeCcTBaX OOHapy-
XKHBAIOTCS TPOTECKHBIE COYETAaHUS YepT, OTBEYaro-
IIUX CYIIECTBEHHO pa3HbIM OpPraHU3allMOHHBIM
ypoBHsIM. B 060oMx ciydassx TaKMM KOMOMHALIMSIM
MOTYT TakKXKe CONYTCTBOBATh YHMKAJIbHBIE OCOOCH-
HOCTHU, BOOOIIe HEe BCTpevalolluecss B YCTOMYMBBIX
ouorax. [J1aBHBIE KaTeropuu IIOI0OHBIX HApYIIEHUI
MPEXXHETO paBHOBECHUSI MOXHO CYMMUPOBATh CIEAY-
IOLIIUM 00pa3oM.

1. “¥Yopexnaroliee” mosiBjaeHue, Ha poHe co00-
IIeCTBAa IIPEXHETO TUIla, OTIEIbHBIX HEOOBIYHBIX
2JIEMEHTOB, XapaKTEePHBIX IJIsI €T0 UCTOPUIECKH MO~

cienymolero (emie He JOCTUTHYTOTO) YCTOWYMBOTO
COCTOsSIHUSI. B TepMUHaIbHOM MEPMCKOM BSI3BHUKOB-
CKOI (hayHe TaKUM MTPUMEPOM, KaK U3BECTHO, SIBJISI-
€TCsI TIOSIBJICHUE apX03aBPOB-TIPOTEPO3YXUM, COCTAB-
JISTIOLIUX TUTIMYHO ME3030UCKYIO TPYIIITY.

2. IosiBnieHue “rakcoHoB Jlazaps”, T.e., OOBIYHO
Oojiee WJIM MEHee KpaTKOBpEMEHHOE “BO3POXKIe-
HHEe” B COCTaBe COOOIIECTBA OTIENbHBIX I'PYITI, Ka-
3aBILMXCS BBIMEPIIMMMU YK€ MHOTO paHee. B cirydae
BSI3HMKOBCKOI1 (payHBI — 3TO, B YACTHOCTHU, HEOXU-
JTaHHOE IIPUCYTCTBHUE 31eCh aM(pPUONii-MUKPO3aBPOB,
COCTaBJISIOIINX PEJIUKT ITePMO-KapOOHOBOI OUOTHI.
B 1iestom Ha3BaHHBINA (DEHOMEH IIPEACTaBIISIET COOOI1
KpaliHee BBIpaXXeHHE KoJeOaHUII poJMd TaKCOHAa B
re0JIOrMYEeCKOil UCTOPUM, KOTIa IepUOAbl €r0 OTHO-
CUTEJILHOTO pacliBeTa U/WIM pOCTa YUCICHHOCTU
(pmm00JI) MOTYT pa3meisaThCcs MHTEpBajlaMH OoJiee
MapruHaJIbHOTO cyliecTBoBaHus. [locienHue, B 3a-
BHUCHUMOCTH OT COYeTaHMs TapOHOMUIECKUX (haKTO-
pOB, MOTYT YaCTO BOOOIIIE HE yIaBJINBAThCS I€OJIOTH -
YeCKOIi JIeTOIMUCHIO, YTO U co3aaeT 3(P(eKT BOCKpe-
IIEHUS TPYIIEI B OUePEOIHOM 3IIU30[¢ YCUJICHUS e¢
porm. Kaxknerii momoOHEBI cIydait ee BHE3aITHOM 11O~
BTOPHOM 3KCIUIO3UM YKa3bIBaeT Ha HapylleHUE TeX
CUCTEMHBIX OIPaHWYCHUI, KOTOPBIE B MPEIbIIyIIeM
COOOIIIECTBE OIPEACIISIA €€ IIYOOKO ITOTYMHEHHOE
TTOJIOXKEHUE.

3. IlosiBneHME TaK Ha3bIBAEMbIX “TaKCOHOB KaTa-
ctpodnbl” (disaster taxa) MOXET CIYXKUTbD eIlle OTHUM
CUMIITOMOM Tlepexoaa coobIecTBa B OTHOCUTEbHO
HepaBHOBECHOE cocTosiHMe. Peub MaeT o TakCcoHax,
OOBIYHO HE M3BECTHBIX B €ro Mpeablaylleil iu no-
cieayiolleil ucTopur, HO BHE3allHO NpUoOpeTaro-
IIUX 3HAYUTEJBHYIO POJIb HA KOPOTKUI TIPOMEKYTOK
BpeMeHU. [IpuBeneHHOe Ha3BaHUeE [IJIsl 00CYK1aeMO-
ro SIBJIEHWS1 TIOHUMAaeTCsl pa3jIMuHbIMU aBTOpaMU He
BIIoJIHe ogHo3HayHO (Modesto, 2020); ¢ HUM YacTo
CBSI3BIBAIOT, TIPEX/E BCETO, MACCOBYIO YUCIEHHOCTD
WJIM IIUPOKOE MPOCTPAHCTBEHHOE PACIIPOCTPAHEHUE
OTHOCHMBIX ClOJla HEHOOJTOBEYHBIX TaKCOHOB. B
MEePMCKOIl BSIBHUKOBCKOI (bayHEe MPUMEPOM pac-
CMaTpUBAEMOTO TUIA COOBITUI MOXET CIYXXUTh MO-
SIBJICHUE 31eCh Y3KOIIMTKOBOW OBICTPOBUAHUIHOM
XPOHMO3YXUU (TIpeacTaBUTENsI TO3AHUX aHTPAKO3aB-
pomopd); XOTS B 3TOM cllydyae peub UIET yXKe O BTO-
poM 3(heMEpHOM D3IIM30/¢ TOSIBIECHUS ITOTO0OHBIX
¢dopM B UCTOpUM KPUIHUCOB TIEPMCKOU OUOTHI
(cM. HIIXKE).

PaccMmoTtpeHHbIe 4epThl IBMEHEHMI B OpraHU3alluy
COO0O0I1IecCTBa MPY HAapyIlIEeHUX B HeM paBHoBecus (1—3)
OTpaxaloT MPsSIMO WM KOCBEHHO YTpaTy YacTH €ro
MPEXXHUX KITIOYEBBIX 2JIEMEHTOB, KOTOPbIE OIIPEAeIs-
JIM B HEM 0a30BYI0 KAPTUHY TPOPUUESCKUX WIN UHBIX
B3aIMO3aBUCHUMOCTEI, MOMIEepXKMUBABIINX YCTONYM-
BOCTB I1eJIoT0. BoccTaHOBIIEHNE TTOTOOHBIX KOPPEs-
LIMI1 B HOBBIX YCJIOBUSIX, U TEM CaMbIM MOAAEpKaHUE
XKN3HECIIOCOOHOCTY OMOTHI KaK CHUCTEMBI, 3aBUCUT
OT OBICTPOTO OCBOSCHMS OCBOOOIMBIINXCS (DYHKITNO-
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HaJIbHBIX POJIE HOBBIMU TpyINIlaMu Wiu (popMaMu
B3aMEH MCYE3arllrX 3JeMeHTOB coobiiectBa. Ho-
Bbl€ UCIIOJIHUTEIM 3TUX poJieit, 6iarogapst ocaade-
HUIO MPEXHUX PETYJISITOPHBIX B3aMMOCBSI3€ii B Iepe-
XOJHOM COOOIIIECTBE, MOTJIU YCKOPEHHO PEKPYTUPO-
BaTbCsl OTOOPOM U3 CaMbIX Pa3HbBIX ITOCTYMHBIX
WCTOYHUKOB — BKJII0Yas KakK aBHO MapruHaju3o-
BaHHbIE PEJIUKTHl JOMUHAHTOB MPOUIJIOro (CM. BbI-
1re: 2), Tak U elle TOJbKO (hOpMUpPYyeMble HOBbIE TH-
el opraHu3anuu. Cpeau MocjaenHux, B CBOIO oYe-
pelb, MOIJIM OKa3aTbCsl KakK Te, YTO OoOpenu 3aTeM
JIOJITYI0 9BOJIIOLIMOHHYIO cynbOy (1), Tak U ObICTPO
WCYE3HYBIINE TpyIib (3).

4. OmHa W3 HamboJiee XapaKTepHBIX KaTeTOpWit
“CoBMeIlIEHUSI HECOBMECTUMOTO” B MEPEXOTHBIX THU-
ITaxX OpraHu3all OTHOCUTCS YK€ He K cOCmagy cooo-
ujecme, Kak (1) mim (2), HO HENOCPEACTBEHHO K KOH-
cmumyyuy cocmaeasowux ux maxcornos. Meercst B
BUIIy COYETaHWE y OTIEIbHBIX (DOPM FUIM TPYIII He-
OXHMIAHHO KOHTPACTHBIX MOPGMOJOTUIECKUX UepT,
OTBEYAIOIINX Pa3HBIM 0Aa30BbIM CTYIICHSIM B 3BOJIIO-
IIMY BMEIIAIOIIeH TpyIbl. JIJIs OIleHK! 3TOTO SIBJe-
HUS BaXKeH MeXaHN3M U3MEHEHM I Ha BUIOBOM YPOB-
He, JIeXXallluii B OCHOBE 3BOJIIOLIMOHHOTO Ipoliecca.

CTrabuIbHOCTD BUIOBOIT OpraHU3allMM 00eceun -
BaeTcs CaMOPEryysiueil OHTOTCHETUYECKMX IIMK-
JIOB, B KOTOPBIX MHAWBUAYaIbHbIE PA3INUMs HUBE-
JIUPYIOTCSI MO XOIy Pa3BUTUSI B CTOPOHY 3KBUGU-
HaJIbHOTO 3aBEpIICHUS, T.€. B3POCION aganTUBHOM
HopMbl. [Ipm HeoOGpaTMMOM HapylIEeHUHW YCIOBUM
perynsiuuy (o3HayvalolleM Mepexol OpraHu3alun B
HepaBHOBECHOE COCTOSIHME) 3Ta HOpMa 3aMellaeTCs
MIPOCTPAHCTBOM XapaKTE€PHBIX IJIs BUIa HEYCTOMYIM-
BBIX Bapualluii, KOTOpbIe COCTABJISIIOT Ha 3TOM 3TaIle
eIUHCTBEHHbI cybcTpaT orbopa (Lumkun, 2006;
Shishkin, 2018). CoxpaHeHne 1 yCUJICHHE OTOOPOM
HaunboJiee KM3HECIIOCOOHBIX Bapualuii BbIpaXkaloT
c00010 HavaIbHBIE MOIMBITKY HapyIIEHHOM BUIOBOM
CHCTEMBI IIEPECTPOUTHCS B HANpaBJIIEHUM TOIO WU
MHOTO HOBOTO paBHOBecHusl. Ha oCHOBe 3THX aKklieH-
TUPOBAHHBIX YKJIIOHEHUII BOZHMKAIOT IIePBbIE MO3a-
WYHbIE€ MIPOSBIIEHUSI HOBOM CTPYKTYpHOII OpraHu3a-
uuu. Kaxnplit U3 TaKuX I1aroB MEHsIET HOPMY peak-
I B JAHHOM BapuaHTe CUCTEMBI U, CJICA0BATEILHO,
MEHSIET CIIEKTP €ro NOTEHUIMAJIIBHOU N3MEHYMBOCTH.
DTO B CBOIO OYepEb OTKPHIBAET KAXKIbI pa3 HOBbIE
BO3MOXHOCTH IJIsI pa3IUIHBIX ITyTeil JaIbHEHUIIIETO
MPUOMIDKEHUS K OyayIieMy BUIOBOMY PAaBHOBECHIO.

Ha ypoBHe opranmsaiim J1000T0 60s1ee 8biCOK020
TaKCOHOMMYECKOTO paHra pe3ysbTaTbhl 3TUX COObI-
THi (BeoylIuX K TpaHc(opMalluy BUAOB) OTpaxKaioT
YaCTHbIC 3MU30/bl B CTAHOBJICHUN €€ HOBOI yCTOI-
yuBoit momenu. IlocnenHssi, Oyaydyu peajn3oBaHa,
OTJIMYAETCS OT CBOMX MEHEe PaBHOBECHBIX IIpeIIle-
CTBEHHUKOB (T.€., OT BCeil panuainuy 4YaCTHBIX ITOMC-
KOBBIX 9KCIIEPUMEHTOB B CTOPOHY €€ JOCTHXKECHMUSI)
HaMHOTO 0oJjiee IJIUTEIbHBIM UCTOPUYECKUM CYIIle-
CTBOBaHMEM, a Takxe OOJbIell CTEIIEHbIO CTPYK-
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TYPHOTO €TMHOOOpa3us U IUBepcU(PUKALIIN HA eTO
OCHOBE.

CrernieHb MPOSIBACHUSI 3TUX YEPT YCTOUYMBOCTU
c(OPMUPOBAHHOI OPraHM3alIMOHHOI MOIEIN HaeT
WCCJIEIOBATEIIO IJIaBHBIC KPUTEPUM IJIsl OLIEHKU €€
rpyriroBoro panra. [Ipu 3TomM BcTpedaeMble BapyuaH-
ThI €€ HEMOJHOIO0 OCYIIECTBIICHUSI — MpeICTaBICH-
HbIe paHHUMM 3BEHBSIMU €€ POIOCIOBHOI, a TaKXKe
OOKOBBIMM BETBSIMU B COCTaBe€ TOI XK€ pagualuyd —
OOBIYHO OEMOHCTPHUPYIOT MO3aM4YHOE CMEIICHNE
YepT TaKOM MOAEIN C TEMU WJIM MHBIMU IIPU3HAKaMU
OoJiee IpeBHETO TpyIIoBoro apxeruria. O6o3Haye-
HUE 3TOro (peHOMEeHa B KauyeCTBE ‘‘apXamdeCcKOIO
MHoroo6pasuss” (MamkaeB, 1968) mompasymeBaer,
YTO IJIAaBHBIM 3TAJIOHOM (MEPUJIOM CpaBHEHUS) IS
€r0 OIIO3HAHUS CITYXXUT peajlbHO JOCTUTHYTAsI B 3BO-
JIIOLMY HO8as MOOeab PABHOBECHS. YIIOMSHYTOE IIPO-
CTPAHCTBO “He3aBepIIEeHHBIX” BapUaHTOB ITOCJEN-
Hell (Tae BCTpevaloTcs IpUMEpPHI 3TOro cIieupuye-
CKOTO MHOTOO0OpAa3msi) MOXKET COXPAHSTH CBOU CJICIbI
KakK Cpelli COBpeMEHHBIX (DOPM, TaK U B NAJIEOHTOJI0-
TMYECKOM JIETONMMCH. B Mype MMoHepHbIX paHHE TP~
aCOBBIX TETPAIod OHO, B YACTHOCTHU, IEMOHCTPHUPY-
eTcst MopdoJiorueii yepera y psiia CEMEMCTB TEMHO-
CIIOHAWJIbHBIX amM@uOuii, rae OTaeAbHbIE IIYOOKO
apXan4yHbI€ YEePThl MOTYT COXPaHSIThCS Ha (DOHE TH-
IMUYHO Me3030icKoro ooauka opranusanuuu (Iuii-
kuH, 2015, 2019a).

C npyroii CTOpOHEI, Cpeay NCKOIIaeMbIX (pOpM He-
peIKy IpUMEpPHI, KOrna IMogo0HbIe (1IN UHBIE) TPO-
TECKHBIE COUETaHUsI YePT OOHAPYKUBAIOTCS TIPAKTH-
YeCcKH elle Ha (hoHE COXpaHeHUs npexcHe2o (apxauy-
HO20) muna yCTOMYMBOM opraHu3anuu. Tem cambIM,
MOCJIEAHWI B KOHIIE CBOETO CYILIECTBOBAHUS IEMOH-
CTPUPYET 3IeCh pe3KUid pOCT BapuabeIbHOCTHU, 4TO,
HECOMHEHHO, yKa3bIBaeT Ha Hayajo €ro HepaBHO-
BECHBIX DBOJIIOLIMOHHBIX U3MeHeHui1. Ho mpu 3ToMm
MOXKET OCTaBaThCsI HEM3BECTHBIM, IIPUBEN JIA 3TOT
MpoLEeCcC HAa CaMOM AgeJie K KaKO-TO HOBOM yCTOWY M -
BOI1 MOJIe/IM OpraHU3aluu, UJIN Xe 000pBaJics Iae-TO
01m3Ko K Havany. IIpu obHapyXeHur paccMaTpuBa-
eMoro (peHoOMeHa Ha MCKOITaeéMOM MaTepuaJie OH Ya-
I BCEro XapaKTepusyeTcsl aBTOpaMM IIPOCTO Kak
¢akT pocTa UBMEHYUBOCTU (PUIIYMa HAKAHYHE GblMU-
parus, T.e. GaKTUIECKHU II0Apa3yMeBaeTCs BTOpasi U3
JIBYX Ha3BaHHBIX ajibTepHaTuUB. [Ipn 3TOM camMo no-
HUMaHUeE, YTO pe4b TYT UIOET O 3aKOHOMEPHOM Hava-
JIe TIOMCKa XWBOM CUCTEMOM HOBOT'O 3BOJIIOIIMOHHO -
ro paBHoBecus (Simpson, 1953; Iumxkun, 2015,
2022), BcTpedaeTcs He 4acTo.

IToHsAITHO, YTO BOMPOC O TOM, K KAKOMY OOIIEeMY
TUIIy OpraHu3anuy MOT OBITh HaIlpaBJIEH TaKOM Ha-
YaJIbHBII IIOMCK, JIE€MOHCTPUPYEMbIii M3MEHYMBO-
CThIO TEPMUHAILHBIX TAKCOHOB ApeBHE (1, ¢ 6OIb-
IIOMA BEPOSTHOCTBIO, CJIEIIOi) TIpymNImbl, OCOOEHHO
TPyAEH IS pellleHuss U He Bcerga omnpasmaH. Ho
WHOTIA OH MOXET OBITh IPOSICHEH CPABHEHUEM DTHX
TaKCOHOB C TTO3IHUMU MPOABUHYTBIMU ITOTOMKAMU
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OJIM3KOPOACTBEHHBIX MM ITHUN. 160 B 3TOM cirydae
MOTYT OBITh HaliIEeHbI XapaKTepHbIe Mapajjiesiu MeX-
Iy MOpGhOTUITAMM 3TUX ITOTOMKOB U OTICIbHEIMU Ba-
pUalsIMU B CIIEKTpax TePMUHAIbHOI TIPYIIIIOBOIA
U3MEHYMBOCTU, COCTABIISIIOLIMX IIpPeAMET HaIllero
aHaimsa.

HarnsinHeIM IprUMEpOM TaKoi CUTYaLIUU SIBJISIET-
Cg KOHEUHBI 3MU30[ B UCTOPUM POJA TEMHOCITOH-
IWJIBHBIX amuouii Dvinosaurus, mpeacTaBIeHHBIN
B TEPMUHAJIbHOI TePMCKOI BSI3HMKOBCKOI (hayHe.
3aech 3aUKCUPOBaH OBICTPHIN ITeEpeXo OT IIpeXHeit
KOHCEPBAaTUBHOM MOP(OJIOTUY polia K KOHTPACTHO-
MY Pa3HOOOPa3UI0 BUIOBBIX MOP(POTUIIOB, CPEIU KO-
TOPBIX U3BECTHO JBa. O6a OHU IeMOHCTPUPYIOT allb-
TepHATUBHBIEC, HO 1O CYTHU ITapajule/IbHbIC, ITyTH Ha-
YyaJlbHOTO TMPUOJIMXKEHUsS K TUIy OpraHu3aluu
ME3030MCKIUX TEMHOCIIOHIWIOB B 1IEJIOM M, B OCO-
OEHHOCTHU, — K TUITY OPaXWOITHI, T.€. TPYITITHI, HECO-
MHEHHO, POACTBeHHOU ABMHO3aBpuaam (LLIumkuH,
2019a). b1 11 TOAOOHBIN MTyTh NEMCTBUTENBHO pea-
JIN30BaH y BO3MOXHBIX MOTOMKOB JIBWHO3aBPUII,
octaercsl auckyccuoHHbIM (IumkuH, 1991, 2022;
Warren, Marsicano, 2000, c. 468, 479).

B nanHom 0030pe MBI He KacaeMmcsl HanboJiee 00-
X (I7100aIbHBIX) IIPOSBIIEHNIT HEPAaBHOBECHSI, KO-
TOpPBIE MOTYT ObITH OTMEUEHbI B MUPE Ha3eMHBbIX I10-
3BOHOYHEIX IIpU mepexone K Me3o3o10. Ha ypoBHe
MMAOHEPHBIX TPHACOBBIX (PayH OHM BBIPAXKAIOTCH,
IpeXe BCEro, B IPKO BBIpaXKEHHOM pPEerioHaIbHOM
SHJIEMHM3ME POJOBOIO COCTaBa 3TUX COOOIIECTB (Ha
¢oHe 3HAYUTEIBHON OOIIHOCTH W OTPAaHMYEHHOIO
Yrciia TPeACcTaBIeHHbIX B HUX CEMEMCTB), a TAKKE B
ACUMHXPOHHOCTU MECTHEBIX 3TaIlOB MX IIpeoOpa3oBa-
HUS B MHACKO—paHHeoieHeKcKoe BpeMs (IumkuH,
2022).

CUMIITOMBI HAPYHIEHWA
BA30OBOI'O PABHOBECHU A
B KOHIOE MCTOPHUH TETPAITOAHBIX
COOBIIECTB CPEJHEN MEPMU

PaccMmoTpeHHbBIe BhIIIE TIPOSIBICHUSI HEYIIOPSIA0-
YEHHOCTH, COTIPOBOXAAIOIIE MOMCK XXUBOI CUCTe-
MO HOBOTO paBHOBECHSI B3aMEH HapYyIICHHOTIO, SIB-
JISTIOTCSI 3aKOHOMEPHBIMMU CJIEACTBUSIMU 3TOTO MOMC-
KoBoro nmnpoiuecca. CoxpaHeHHE UX OTIASIbHBIX
CJIeIOB B T€OJIOTMYECKOM JIETOIIMCH, OYEBUIHO, B
cpenHeM TeM 0oJiee BEpOSITHO, YeM OoJjiee MacImTad-
Hble 1 MHOT'OILIAHOBBIE COOBITUS MBI paccMaTpuBa-
eM. C 2Toif TOUKM 3pEHUS 3aCIy:KMBaeT OOJILIIOTO
BHUMAaHUS 9KOCUCTEMHas IIepecTpoiika, Hemocpen-
CTBEHHO TPEaIIeCTBOBABIIAS TMEPMO-TPUACOBOMY
KpU3KUCY U OJIM3KO COITOCTaBMMAasl C HUM IO 3Hade-
HHWIO, a UMEHHO — TIJI00aJbHBIM KPHU3NC Ha pyoexe
CpeHel M MO3IHEN IIepMU, 3aTPOHYBIIUI KaK MOP-
CKYI0, TaK M KOHTMHEHTAJIbHYIO Cpedbl OOMTaHUS
(Retallack et al., 2006).

B Mupe HazeMHBIX MMO3BOHOYHBIX 3TO COOBLITHE
OBbUIO CBSI3aHO C 3aBEPIIEHHMEM 3ITOXM, B KOTOPOIL

cpeny TepanCUuIHbBIX PeNTUIN JOMIHUPOBAIN IIpe-
MMYILIECTBEHHO AUHOIIe(daibl, U3BECTHHIC B CpeIHE
nepMH Ha OOJILITMHCTBE MaTepuKoB. C HACTYTUICHU -
€M II03IHeil IepMHU POJjIb BEAYIIMX IPYIII IIepelia K
JIUIMHOMOHTAM U TePUOIOHTAM CPpEeaU Teparicui, 1 K
napeifazaBpaM cpeau napapentwinii. Ob6a Ha3BaH-
HBIX TUIIA (DayH, KaK U3BECTHO, XOPOIIIO JOKYMEHTH-
poBaHbl B BocTrounoit EBpone, rioe, cormacHoO Mo3i-
Hell 6uoszoHanbHOi cxeme M.A. Edpemona (1952),
OHHU BBIACSINCH (Hapsimy ¢ MX TadhOHOMUYECKUMU
SKBUBAJICHTAMH) B BUIE COBOKYIHOCTH IIOCISA0OBA-
TEJIbHBIX OUHOLIe(aIOBbIX KOMILIEKCOB U CMEHSIIO-
IIIeT0 UX Napeiia3aBpoBOro KoMiuiekca. [1pu atom 1mo
CpaBHEHUIO C X TOHABAaHCKMMM aHAJI0raMu, 3TU IBa
Pa3HOBO3PACTHBIX TUMA (hayH 3AECh TOIOJHUTEIBHO
pa3IndaloTcsd 3a cYeT OTCYTCTBMS AULIMHOAOHTOB U
napeiiazaBpoB B CpeOHENEepMCKUX coobirecTtBax. B
COBPEMEHHBIX PErMOHAIBHBIX MCCASIOBAHMUSIX yKa-
3aHHBIE YBOJIIOLIMOHHBIE 3TaIlbl OOBIYHO 0003HaAYa-
1otcst mist BoctouHoit EBpornbl Kak nuHOIIS(DAIOBRIN
1 TEPUOJOHTOBBIN (MJIM Tapeiia3aBpOBO-TOPrOHOI-
coBbiii) (Golubev, 2015; Cennukos, ['onyoes, 2017).

KoHnTpacT Mexxmy 1ByMst 00CYy>KITaeMBIMU 3BEHbSI-
MU BOCTOYHOEBPOIEHCKOM (payHMCTUYECKOI Mocie-
JIOBATEJIbHOCTU C JAaBHETO BPEMEHU Kaszajcsl TPYIHO
COBMECTHMBIM C MPU3HAHUEM UX HENOCpedCcmeeHHOl
MPEEeMCTBEHHOCTH, a TakxXe ¢ OObeAUHEHUEM OTBE-
YalILIMX UM OTJIOXECHUM B €AUHBIA TaTApCKUM SIpyC
nepmu (B ero TpaaAUuIIMOHHOM IIOHMMaHMUN). DTU CO-
oOpaxeHUs, a TaKXKe TMOMNBbITKU COMOCTABJIEHUS €B-
pPOIEMCKMIA MOCIeNOBaTEbHOCTU C €€ oXKHoadpu-
KaHCKMM aHaJIOTOM, TIPUBEIU K 3aKJIIOYEHUIO, YTO
MeXIy ee TMHoledaToBbiM U napeiiazaBpoOBbIM UH-
TepBaJlaMU UMEET MECTO JUOO cenMMeHTALIMOHHBIN
rnepepbiB, JUOO, BO BCAKOM cilyyae, mpodena B J10-
CTYITHOM TTaJIEOHTOJIOTUYECKOI JoKymMeHTauu. Ma-
yHa, OTBeualolasi 5ToMy pooey, 1oJKHa Oblia TeM
caMbIM COOTBETCTBOBaTh runorerudeckoit 111 3onHe
nosaHeil Ouo3oHandbHOI cxembl Edpemona, T.e.,
npenirectBoBarth IV (mapeitazaBpoBoit) 30He (Edpe-
MoOB, 1948, 1952; Brromkos, 1952; EdppemoB, Brio1ii-
KoB, 1955). Takoe 3akiao4yeHHE MO3BOJISUIO JOITYC-
KaTbh, YTO B UICTOPUU CMEHBI PETMOHAJIbHBIX MEPM-
CKUX (payH MOT MMETh MECTO €lIe OIUH KPYITHBIA
3Tarl, CONOCTaBUMBbIH MO 3HAYEHMUIO C YK€ U3BECTHDI-
MU OCHOBHBIMU 3TaraMu.

PeanbHoe nmonoxeHue Aea MPOSICHUIOCH JIUIIb 3a
MocjeqHee OeCATUWIeTHE, KOorga OblIa OTKpbITa U B
CYIIIECTBEHHOI Mepe M3ydyeHa TaK Ha3bIBacMasl CyH-
neIpckas ¢payHa u3 6acceitHa Cpenneit Bonru (Pec-
my6smka Mapwuit Oi1). Bblto mokazaHo, 4TO 1Mo cocTa-
By OHa COOCTBEHHO U COCTaBJISIET HEMOCPEICTBEH-
HBI1 mepexod MeXAy MOo3AHel auHoledaToBO
(u1eeBCKOM) (PayHOM M IIaBHBIMU COOOIIECTBAMU
TEPUOIOHTOBOIO 3Tamna, 0ObeAUHSIEMBIMU B COKOJI-
koBckuit komruieke (bynanos, Iony6es, 2011; T'omy-
oeB u Op., 2015; Golubev, 2015; Cennunkos, ['onyoes,
2017; Cyukosa, I'onyoes, 2019a, 06).

IlepexonHblii (HEpaBHOBECHBII) COCTaB CYHABIP-
CKOT'O COOOIIeCTBA caM Mo ce0e TOBOPUT B ITOJB3Y

MAJTEOHTOJIOTUYECKUM JKYPHATT Ne 3 2022
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KPaTKOBPEMEHHOCTH €ro CYIIECTBOBAaHMSI, KOTOPOE
OTHOCHT K camMOMy KOHIy cpeaHeit nmepmu (CeHHU-
koB, Tomy6eB, 2017). sl OLIEHKM MIUTEIBHOCTHU
3TOTO 3MU30Ja B aOCOMIOTHBIX UM pax HET MPSIMbIX
JIaHHBIX; HO OKa3aTeJIbHbI KOCBEHHBIE ITOIBITKA €TI0
KOPpEJSLUU ¢ I0KHOAa(pUKAHCKON GUO30HAILHOMI
MOCJIEeI0BATEIbHOCThIO, IIe IJIs 00JacTu Iepexona
OT CpemHell K BepxHei nepmu (B mpenenaax 30H Tapi-
nocephalus — Pristerognathus) N3BeCTHbBI aOCOJIIOTHBIE
JaTUPOBKU [IJIsI HECKOJBKMX CTpaTUrpaduyeckux
YPOBHEI. DTU COMOCTaBJICHUS MOAPa3yMeBalOT IJIs
CYHIBIPCKOTO COOOIIeCTBA MHTEPBAl CYyIIESCTBOBA-
HUS 3HAYUTEIbHO MeHbIIN, yeM 1 muH Jiet (Olroyd,
Sidor, 2017, puc. 4; Davydov et al., 2020, puc. 2),
T.C., MPUOJIU3UTEILHO Ha TMOPSIIOK YCTYIAIOLINIA,
HaIMpuMmep, IJIUTEIbHOCTY MO3IHENEPMCKOTro (Tepu-
OIOHTOBOIro) (ayHUCTUUECKOTO 3Tama (IIPUMEpPHO
9 mutH JteT; cp. Retallack et al., 2006).

ITo cBoeMy MecTy B Ipoliecce Tepexoaa OT IMPexK-
Hell yCTOWYMBOI OpraHu3aldyd COoOOIIecTBa K €ro
MOCJICIYIOIEMY, COITIOCTAaBUMO IJIUTEIILHOMY PaBHO-
BECHIO, CYHABIpCKas ¢payHa CXOMHA C TepMUHAJIBHOM
MEPMCKOI1 (BSI3ZBHMKOBCKOI) — B TOM CMBICJIE, YTO OHA
JIEMOHCTPUPYET NOCTAaTOYHO PaHHIOW (ha3y TaKOro
nepexona. B Heil elle coxpaHsieTcsl OCHOBHASI YacTh
ITPYHII BBICOKOIO paHra, TUIIMYHBIX IJIs ITO3IHEM
(MIlIeeBCKO) cTaauy AUHOLIe(alIOBOTO 3Tana, XOTs
U C OIIpeAeIeHHBIM U3MeHeHNEM ux poseii. C npyroi
CTOPOHBI, PSIO TPYII MCYE3aeT, YyCTyIasi MECTO HO-
BBIM 3JIEeMEHTaM — JU00 creurMUIHBIM IS CyH-
JIBIPCKOTO 3TM30/1a, TUOO0 CTaBIIMM TOMUHAHTAMU B
MMO3IHEIIEPMCKOE BpEeMsI.

HaubGonee oyeBUIHBbIE YKIIOHEHUSI OT IPEKHETO
THUIIA YIOPSIAOYEHHOCTU, BBITEKAIOIINE U3 CpaBHE-
HUSI CYHABIPCKOM (ayHbl ¢ MpeAlIecTBYIOIIUM eit
WIIIEEBCKUM COOOIIECTBOM (M, B OCHOBHOM, Kacalo-
Irecs M3MeHEeHU B cocTaBe aMpuoduMit), ObLIN pa-
Hee IToKa3aHbl ee uccienoBarensimu (bymanos, To-
nyoes, 2011; Tonyoes, bynanos, 2018). Ho nns Hac
BaXKHO TaK>Ke MTOKa3aTh, YTO TAKUE YKIOHEHUS MOTYT
OMHOBPEMEHHO CBUICTENbCTBOBATHL U O NPYTUX TH-
MUYHBIX HapyIIeHUsIX TPEeXHEeTo paBHOBecHUs (CM.
BhIllle: 1—4), XapaKTepHBIX IUISI MEPEXOOHBIX OUOT.
Hx BBISBIICHE MOXET, B YACTHOCTH, OMPEIEIISITHCS
TaKCOHOMMYECKMM YPOBHEM, Ha KOTOPOM MBI OlIe-
HUMBaeM TO WJIM MHOE Hapyllalollee H3MEHEHUeE.
Kpowme Toro, B 3TUX Xe KaTeropusix MHOTIa BO3MOX-
HO OLIEHMBATh U CMEHY POJIY OTIEIbHBIX TPy — My-
TEeM CpaBHEHMS C MX MECTOM B COOOIIIECTBAaX HEIO-
CPEICTBEHHO J0 M TTOCJIe pACCMATPUBAEMOTO N30~
na. 3aKioYyeHUs, TOJIYYeHHBbIE TaKWM ITyTeM, B
CyMMe CBOJSITCS K CJIEIYIOILIEMY.

OnmHuM 13 cnenMuPUIECKIX OTIAMINIA CYHIBIPCKO-
ro KOMILJIEKCa OT IPeAIeCTBYIOIIEH UllleeBCKOM (a-
YHbI SABJIACTCA, BUIAMMO, ITOJHOEC JOMHWHUPOBAHHE
0azanbHBIX TepoliedaloB Cpenr MPeaCTaBIEHHBIX B
HEM XUIIHUKOB — IIPU OTCYTCTBUM JTOCTOBEPHBIX
OCTaTKOB JIPYIYX XUIMIHBIX Teparcu (Takux, Kak Iv-
Houedansl wim roproHonuu) (CyudkoBa, T'omy0eB,
2019a, 6). B TOM OTHOIIIEHMM KOPOTKUI CYHIBIP-
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CKUIA 3IM301 BBIACJISETCSA U3 BCEH WJIM IOYTU BCEM
PETMOHAJILHONM HCTOPUM CPEIHE—IMO3THEIIEPMCKUX
TeTpanogHbIX payH. Jpyrast ero HeOObIYHASI 0COOCH-
HOCTb CBsI3aHa C TEM, YTO yKazaHHasi CMeHa XUII[HU-
KOB Ha BEepUIMHE IUILEBOM MUpaMUAbI, BUIUMO, HE
MOBJIEKJIA 3a cO0O0Ii IMapaUIeIbHOM CMEHBI CPeIU UX
XKEPTB, IIOCKOIbKY, CYIIs, IO OCTaTKaM, 3Ta pojb, Kak
U B UIIIEEBCKOM (payHe, coXpaHsUIach 3a pacTUTEIb-
HOSITHBIMU JUHOLIedaTaMu-TannHouedatngamMu. B
COOTBETCTBUM CO CKa3aHHBIM, OCTAaTKU Oa3ajbHBIX
TepoledaloB B CYHABIPCKOM OPUKTOLIEHO3€ IOKa-
3bIBAIOT BBICOKYIO YHCJIEHHOCTb [OLICHMBaeMylo B
16% oT Bcex KOCTHBIX OCTaTKOB M, (haKTUYECKU, BU-
JIMMO, 3aMETHO OOJIBIIYIO, YIUTHIBAsI JOJIIO HEOIIpe-
IEeJIMMBIX TepalicuaHbix ¢dparmMeHToB (15%): cM.
VinbsixuH, CyukoBa, 2019]. DTa KapTUHA COCTaBJISIET
KOHTPACT C UIIEeeBCKUM (hayHUCTUYESCKUM DTAIIOM,
IIe ocTtaTku 0OasalibHbIX Tepoluedanos (Porosteog-
nathus 1, mo-BuguMoMy, Biarmosuchoides: cm. Cyu-
KoBa, ['omyoeB, 2019B) cpaBHUTEIBHO peaku HA (poHE
MnpeodaagaHusl IPyrux Teparncul, Mpexiae BCero au-
HouedanoB. PaBHBIM 00pa3oM, B IpeBHEHIIIEM COO0-
IECTBE TEPMOOOHTOBOro 3Tama (KOTeJIbHUYECKUIA
KOMIIJIEKC) CMEHUBILIEM CYHIBIPCKUIA 3TIU30/,, TIPU-
MUTHUBHBIE Tepolledanbl CHOBA CTAHOBSITCS PEOKM-
MM — B CpaBHEHUM C pa3HOOOpa3neM yke 0oJjiee mpo-
IBUHYTBIX wieHoB Tpynnbl (Kammerer, Masyutin,
2018). Bce ckazaHHOe ITO3BOJISIET paccMaTpUBaTh CO-
0011IecTBO 0a3aIbHBEIX TepoliedalioB CYHABIPCKOM
¢dayHbl KaK HEIOJITOBEYHBIII KOMILIEKC “TaKCOHOB
katactpodnl”. Ero cBoeobpa3ne cCoCTOUT, B IIEPBYIO
oyepenb, HE CTOJIBKO B €0 TAKCOHOMMUYECKOM CIie-
uuduKe B CpPaBHEHUHU C MPEAIIESCTBYIOIINM U MTOCTIe-
IYIOIIUM BpeMeHEeM (3TOT aclleKT Majio U3Y4YeH),
CKOJIbKO B PE3KOM M HEIOJI'OM B3PBIBHOM pOCTE
(GYHKIIMOHAIBHOM POJIM U YMCIIEHHOCTHU COCTABJISIB-
mux ero ¢GpopM. DTU U3MEHEHUS BBIIISIIAT, KaK
KpaTKOBpEeMEHHasl MOMbITKA IPYIIbl 3aKPEMUTHCS B
poJin 6e3yCIOBHOTO JOMWHAHTA Ha BEpIIUHE TPOpU-
YeCcKoil mupaMuabl. DTOT HEIOATUI BTIM30 CMEHUII-
cs 0oJiee YCTOMYUBBIMU TPOPUUECKUMU OTHOILIEHM~
sIMA BHYTPHM HAa3eMHOTO COOOIIECTBA, XapaKTepPHbI-
MU IS TIO3IHEIIEPMCKOrO BpeMEHM, IIe Ccpeau
XUITHUKOB TOMUHUPOBAJIM YK€ TOPTOHOITMMN U MPO-
JIIBUHYTBbIE Tepoledaibl.

OCoOGeHHO HaIISIAHbIE CBUIETENLCTBA IEPEXO/I-
HOTO cTaTyca CyHABIPCKOM (DayHBI MO OTHOLIEHUIO K
CMEHUBILIEMY €€ TEpUOJIOHTOBOMY COOOIIIECTBY ObLIU
YCTAHOBJIEHBI B COCTaBE €€ BOIHBIX WU OKOJIOBOJ-
Hbix rpynn (I'ony6es, bynanos, 2018). 3nech, Ha do-
HE COXpaHEHWSI OTHECIbHBLIX (DOPM, TUIMMYHBIX IJIS
IUHOLIe(aIoBOTO BpeMeHM (KOTJIACCUUIBI-JIEITO-
poduHBI M aHTPAKO3aBPOMOP(BI-3HO3YXUIBI) U
yTpaThl psiia COITyTCTBOBABIIIMX UM paHee TAKCOHOB
(apxero3aBpOUIHbIC TEMHOCTIOHIWIBI 1 MTapaperT-
JIMU-JTAHTAHO3YXU/bl) OOHAPYKMBAIOTCS DJIIEMEHTHI,
XapaKTepPHbIE y3Ke IJIsl MO3IHENEPMCKOro (DayHUCTH -
YeCcKOTo 3Tamna. DTo — TeMHOCHOHIWIbI CeMeicTBa
Dvinosauridae, Tunmunabie KoTnaccumanl (Kotlassi-
inae) n aHTpako3aBpoMopdsl Chroniosuchidae, 1mo-
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Kas3pIBaWIINEe, TAKUM 00pa3oM, yIpexmaloliee Mo-
SIBJICHUE MO OTHOIICHUIO K UHTEPBAJIy CBOETO UCTO-
puyeckoro nomMuHUpoBaHus. Ho omnpenensiembre
UMM CTaHAAPTHBIC YEPThI TIEPEXOTHOCTU (HEpaBHO-
BECHOCTU) CYHABIPCKOIO 3IIU304a 3TUM HE OrpaHu-
yuBaloTcsa. X cmicoK HeMEIIEHHO BO3pacTaeT, Kak
TOJIBKO MbI MEHSIEM acIleKT TAKCOHOMMUYECKOTO pac-
CMOTpPEHUSI Ha3BaHHBIX TPYIIN, — OLIEHUBAas JIN60 UX
MECTO B MCTOPUU BMEIIAIOIINX TAKCOHOB 00Jiee BbI-
COKOro paHra, jaubo, Hao0OPOT, aHATIU3UPYS POI-
CTBEHHBIE OTHOIIICHUSI BHYTPU CAMUX 3TUX TPYIIII.

IlepBoe M3 Takux 3aK/IIOUYEHUIT KacaeTcsl poj-
CTBEHHBIX CBSI3¢ii MOHOTUIIMYHOTO ceMelictBa Dvi-
nosauridae, mpuHamIEXKaMEero oOIMPHON pagualnmu
BOIOHBIX TEMHOCIIOHAWIBbHBIX amMmpuouii Trimerorha-
chomorpha (IlmmukwuH, 2011). B coBpeMeHHBIX HC-
CJICIOBAHUSIX COCTAB 3TOM paguaiv OOBIYHO OTPaHU-
YMBAIOT IIOYTH MCKJIIOUMTEIBHO €€ I1aJIe030MCKIMU
2JIEMEHTaMU, KOTOPhIe B COBOKYITHOCTH pacCMaTpU-
BaroTcd Kak kiaga “Dvinosauria”. [TocnenHss moHu-
MaeTcs KaK IMXOTOMMS ABYX CyOKJIall — TpUMepopa-
XOUIAHOM U NBUHO3aBPOUTHOI, TpUYeM COOCTBEHHO
Dvinosauridae monagaioT B TepMUHAIBHYIO 4YacThb
BTOPOI1 cyOKyIaabl (00BEAUHSIONIEH B OCHOBHOM KO-
POTKOroyIoBbie (hOPMBI THUIIA 200paXUONUI U TYIU-
JIaKO3aBpMA) U pacCMaTPUBAIOTCS KaK CECTPMHCKAS
rpynna tynuiako3aBpun (Yates, Warren, 2000; Mil-
ner et al., 2002; Englehorn et al., 2008; Schoch, 2013,
2018; Cisneros et al., 2015; Schoch, Voigt, 2019). Ta-
KM 00pa3oM, COOCTBEHHO IBUHO3aBPpUIbI ITOMEIIa-
IOTCSI B OTOI CXeM€ Ha MaKCUMaJIbHOM YAaJ€HUU OT
TPUMEPOPAXOUIOB IO CTEIEHU POACTBA. MexXIy TeM,
9TOT BBIBOM, BBIIISIAMT HECOBMECTUMBIM C (DaKTOM
HaunoboblIel MOPGHOJIOrNYecKoil 0JIM30CTU UMEHHO
IByx nociemHux rpymn (Romer, 1947; Chase, 1965;
Iumkun, 1973, 1991, 2011; IIuiukuH u ap., 2018),
YTO MO3BOJISIET CUUTATh IIEPBYIO U3 HUX (T.€., IBUHO-
3aBpU) HEIIOCPEICTBEHHBIM MaJJOM3MEHEHHBIM Je-
pUBAaTOM WJIU PEIUKTOM BTOpOIi. [Ipn 3TOM IJTaBHBIE
TPUMEPOPAXOUIHbBIE TIE3MOMOP(DUM, COXpaHSIeMbIe
y Dvinosauridae (He penylupoBaHHoe lacrimale, ap-
xan4gHas (popma Tejia napaceHonaa, NTePUro-CcoIi-
HUKOBBIII KOHTAKT), yTpa4eHbl Y OCTaJbHbIX XOPOIIIO
W3YYEeHHBIX WIEHOB IMpeArojaraeMoii JBUMHO3aBpO-
naHou cyokimansl. 1 B To ke BpeMs, IJISI TIOCJIETHUX
peaJbHO HE MU3BECTHO HU OJHOI OCOOEHHOCTH, KOTO-
pasg criennuIecKd OOBeIUWHSIA OBl 3TU (POPMBI
(WM Kakylo-TO MX 4acTb) MMeHHO ¢ Dvinosaurus.
IIpu »TOM mepeyHu cuHanoMopduii, yKa3bIBacMbIe
pa3HBIMU aBTOPaMU JJIs1 0OOCHOBaHUSI IBUHO3aBPO-
WIHOI CyOKJIambl B LEJIOM, JUOO IJISI CECTPUHCKUX
otHomreHn1 Dvinosaurus 1 Tupilakosauridae BHyTpH
Hee, BKJII0YAIOT KaK IpsIMbBIe OIIMOKM, TaK U Caydaun
3aBeIOMO mMapajuiedbHbIX IIpuoopereHmit (IIImi-
kuH, 2011, 2020a, 6). K mociaenHuM, B YaCTHOCTH, OT -
HocuTcsd (OopMHMpOBaHME KOHTakKTa parietale u
postorbitale, KOTOpbIii Yy Tynuiako3aBpUa YCTONUUB
YK€ B paHHEU nepmu, a y 6ojiee mo3nHero Dvinosau-
rus IOSIBJISIETCS TOJIBKO Ha BUAOBOM YPOBHE (HO U TO

JIMIIIb B Ka4yeCTBe IMpeobiagaromeii Mopdbl y OTHOTO
W3 BUIOB).

B utore Mbl IpuUXoauM K 3aKJIIOYEHUIO, YTO TaK
Ha3pIBacMasi IBUHO3aBpOUIHAs CyOKIana (Belaessie-
Mas B coctaBe “Dvinosauria”) mpencraBisieT coO0i
00BbEIMHEHNE HECKOJBbKUX CaMOCTOSITCBHBIX JIM-
HUi1, BOBHUKIINX HAa OCHOBE MCXOIHOTO (TpHUMeEpO-
paxougHoro) mopgotumna Trimerorhachomorpha u
MpEeTEePIICBIINX TY WIM WHYIO CIIELMaJIM3allii0 Ha
¢oHEe mnapajuIeIbHOIO COXpPaHEHUSI IOBEHMJIbHBIX
(yKopouyeHHBIX) Iiporopuuii 4vepema (Iumkuh,
20200). Cpenu 3tux auHuit Dvinosauridae BbIaessi-
JOTCSI KAK MUHUMAaJILHO U3MEHEHHAsI BETBb, ITPaKTU-
YeCKHU coxXpaHsiroias ucxogHsblit mist Trimerorhacho-
morpha Mopdotun. B cuily 3TOr0 ABMHO3aBPUIBI
MOT'YT C OCHOBAaHMEM pacCMaTpUBaThCS KaK ITO3MHUIA
PEIMKT TPUMEPOPaAXOonIoB, OMn3Kmx K Trimerorha-
chis u Neldasaurus.

B TakoM ciyyae cTaHOBUTCSI OCOOEHHO Ba>KHBIM,
YTO TPUMEPOPAXOUIbI B OOIIETPUHSITOM CMBbICTIE 10-
CTOBEPHO HE U3BECTHBI U3 OTJIOXKEHUI OoJiee mo3/i-
HuX, yeM paHHss rmepmb CIIIA u ee anamoru B IleH-
tpanbHOit EBpome u bpaswnuu (Milner, Schoch,
2013; Cisneros et al., 2015; Schoch, 2018; Schoch,
Voigt, 2019). Ho, naxe eciu 1onycTUTb, BCJIe 3a psi-
nom aBTopoB (Reisz, Laurin, 2001; Benton, 2012) u
Bompeku ajnbTepHatuBHOoMY MHeHMIO (Lucas, 2004,
2006; Lucas, Golubev, 2019), BO3MOXHOCTb Ha4ajIb-
HOT'O CPEIHEeNepMCKOro Bo3pacTa JIJIsi BEpXHUX MO~
paznesieHUii KOHTMHeHTalbHOI mepmu CeBepHOId
Amepuku (Takux, kak dopmauuu Chickasha u San
Angelo, Tae ellie IPUCYTCTBYIOT OCTaTKU TpUMeEpopa-
XOUIOB), TO BTO BCE PAaBHO HE MEHSIET CyMMapHOM
KapTUHbI UCTOPUU JAHHOI IpyIIIbl, 3are4yaTJeHHOM
B T€OJIOTMUECKOM JIeToIMcU. B m000M ciiydae, B Heit
oOHapyxXuBaeTcsl TpoOesi, OXBaThIBAIOILIUN IMOYTHU
BCIO CpEHIOIO0 TIepMb. IHaue roBopsi, COBOKYITHOCTb
MMO3IHUX TpUMepopaxouaoB (ceMmelictBo Dvinosauri-
dae), BIepBbIe ITOSIBUBIIMXCSI B Omote BocTouHOid
EBporibl Jiniiib Ha UCXOJl€ TBAAETYINICKOIrO BPEMEHHU,
BBICTYITAeT B Hell Kak “TakcoH Jlazaps™.

CXOImHBIM TIPUMEPOM, KOTIa OTHO M TO X€ KpHU-
3UCHOE WM3MEHEHHE ONHOBPEMEHHO YyKa3bIBaeT Ha
pa3Hble acneKThl CHVKCHUST YIOPSIIOYSHHOCTH CO-
o0IIIecTBa, SABJISIETCS IPUCYTCTBHE B CYHIBIPCKOM

(ayHe nepBbIX XxpoHMO3yxu!. DTOT PaKT He TOJIbKO
O3HayvaeT “yrpexnaroniee” IMOsBICHNE HOBOI TPyII-

! Ornecenue ceMeiictBy Chroniosuchidae 6osee paHHUX ue-
PETHBIX OCTAaTKOB XPOHMO3YyXWil U3 AuHouedhanoBoil ¢ayHbl
Hamranpkoy Kutas (mpoBuHmusi I'anbcy, dopmanus Cuna-
roy), onucaHHbIX kak ponbl Phratochronis u Ingentidens (Li,
Cheng, 1999; Li, 2001), npencrasisieTcsi ci1abo 0OOCHOBaH-
HbeIM. Ciienbl NPeopOUTATIBHOIO OKHa (AMArHOCTUYHOTO ISt
XPOHUO3YXUI), PEKOHCTPyHMpPOBaHHbIE aBTOpamMu y Phrato-
chronis, npeanoaraioT 1151 9TON CTPYKTYPhI HE BITOJHE MpaB-
nornoaoOHyo Tonorpaduio. IIpuMedaTeabHO, YTO Cpeau Apy-
TMX OCTAaTKOB XPOHUO3YyXWii B Marepuaie u3 JlamaHbkoy 00-
CyXJIaéMbIM  HaXOAKaM  COITyTCTBYIOT ~ MHOTOYMCJICHHbBIC
TMO3BOHKM U IIUTKU OBICTPOBMAHU] (OITMCAaHHbBIE TTO3IHEE KaK
pon Yumenerpeton: Jiang et al., 2017), T.e., HE-XpOHUO3YXU]I-
HOTO ceMeiicTBa.

MAJTEOHTOJIOTUYECKUM JKYPHATT Ne 3 2022
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IIbI, XapaKTepHOM IS Oymymiei (IO3mHEeIIepMCKOit)
OUOTHI, HO U TIO3BOJISIET YBUIETh IPYTHUE CBSI3aHHbIE C
HUM CHUCTeMHBbIe HapylieHus. OqHO M3 HUX CTaHO-
BUTCSI OYEBUIHBIM, €CJIM YY€CTb, YTO CYHIBIPCKUIA
Y3KOIIIMTKOBBINA XpoHuo3yxuz (pon Suchonica), He-
COMHEHHO, MPUHAMWICKUT WHOM 3BOJIOLUOHHOM
BETBU CEMEMCTBA, HEXEJIM Ta, YTO JOMUHHUpPOBaia B
no3ngHeit nepmu (bymanos, 'omyoes, 2011 ; HIunkuH
u np., 2014). CrioHTaHHOE TosiBJieHUe (hOPMBI 3TOTO
TUIIA B CYHIOBIPCKOM (bayHe (B Ka4ecTBE OTHOIO M3
PYKOBOJSIIIIMX TAKCOHOB) U BCJIEN 32 9TUM €€ HEME/ -
JIECHHOE MCYE3HOBEHME Ilepel HadajloM COKOJIKOB-
CKOTO BPEMEHHU XapaKTepU3YIOT €€ KaK TUITMIHBIA
“TakcoH kKatactpodnl”. [ToBTOpHOE KpaTKOE IOSIB-
JIEHVE TIPEearnojiaracMoro IIpeACTaBUTENsI 3TOM XKe
¢duneTnYeCcKo BETBU B XOI€ MO3MHEIIEPMCKOTO BSI3-
HukoBckoro kpusuca (pon Uralerpeton) mpeacraBs-
JISIET, KaK Y€ CKa3aHO BEHIIIIE, SIBJICHUE TOTO e I10-
psaka.

Eie onuH cuMIiToM HapacTaHUST OpTaHU3allMOH -
HOI HEYIOPSAOUYEHHOCTU, CBSI3aHHbIN C MOSIBJICHU-
€M B CYHIBIPCKOM (payHe Y3KOIIUTKOBOTO XpPOHNO3Y-
X1Ia, OTHOCUTCA K ero Mopdoiornu. CpaBHEHUE
Suchonica ¢ “HopMaJibHBIMA” (IIMPOKOIIUTKOBBI-
MHU) XpOHUO3YXUOAAMU, OOBIMHBEIMU B COOOIIECTBax
MMO3IHEI MepMHM, ITIOKa3bIBaeT, YTO 3TOT PO 00Iamall
JlaJIeKo He BCEMU TUMWYHBIMU YepTaMU CBOETO Ce-
MeiictBa. Ilpy 3TOM B CTPOGHMM OTACIBLHBIX €TO
cnrHHBIX IUTKOB (3k3. [TMH, Ne 5388/10) mb1 MOT-
JIU OTMETUTDh PSII YEPT, CBOMCTBEHHBIX APYTOMY Ce-
MEMCTBY XpPOHUO3YX1iI — OBICTpOBHAHMUAAM (OTCYT-
CTBHE WINA PYAMMEHTApHOCTb OOKOBBHIX OTIEIOB
IIUTKOB, Pa3ABUHYTOCTb U PACIIMPEHHOCTDH Tepe-
HUX COWICHOBHBIX OTPOCTKOB; cp. IIumkuH u np.,
2014, c. 66, 69, puc. 2). [locaenHssa yepTa CIyXUT
MOATBEPXKACHNUEM TUIIOTE3bI O TOMOJIOTUU YITOMSIHY-
TBIX OTPOCTKOB Y IBYX Ha3BaHHbBIX CEMEIMCTB XpOHUO-
3yX1ii 1 O pa3BUTUM CBOMCTBEHHBIX UM THUIIOB IITUT-
KOB M3 o011ero rnpenkoBoro mopdotura (Novikov,
Shishkin, 2000; IHumkuH u np., 2014). B cBete 06-
cyXmaeMoi HaMM IIpOOJIEMBI CJIETOB HEYIIOPSIIOUYCH-
HOCTH 3[IeCh BaXKHO TTOAYEPKHYTh, YTO TAKOE CMellle-
HUE y XpoHMo3yxujma Suchonica IIpU3HAKOB 00eux
BetBeit oTpsgna Chroniosuchia gBiasgeTcsS TUITAIHBIM
MPOSIBJIEHHEM “apXanyeckoro MHOrooopasus”.

ToBopsi O MpoOsIBJIEHUSIX HEPAaBHOBECHOCTU (He-
YIIOPSITIOYEHHOCTH) B MOP(OJOrUM CYHABIPCKOIO
XPOHMO3YyX1Ja, OTMETUM TakKxKe HEOObIYaliHO BbICO-
Ky10 U3MEHYMBOCTb MOpP(OJI0ruu ero muTkoB (by-
nmaHoB, I'ony6es, 2011; Ilumkuna u op., 2014), cBuae-
TEJIbCTBYIOIIYIO 00 UCTOPUYECKU HeAaBHEM (U, BEPO-
SITHO, HE3aBEPIIEHHOM ) (hOPMUPOBAHNM OpraHU3al U
3TOTO pojia. TO, B CBOIO OUepellb, ellle pa3 yKa3blBa-
€T Ha ero 6JIM30CTh K MCTOKaM CTAaHOBJIEHUSI XPOHU-
O3YyXU/I.

OTne/IbHBIN BaXKHBII acIIEKT B OLIEHKE MOP(OTU-
Ma TYJOBMIIHBIX IMUTKOB Suchonica kacaeTcsl ero
3HAYMMOCTH JUJIST TIOHUMAaHUs nyTen nuddepeHima-

TMAJTEOHTOJOTUYECKUM KYPHATT  Ne 3 2022

1 Chroniosuchia Ha 1Ba COCTaBISIOILIUX UX CEMET-
cTBa. XOTS 3TOT BOIPOC JICKUT 3a IIpeieaaMu TIpe-
MeTa Halllero 00CYKICHUS, BAXKHO IIOTYePKHYTh CJIe-
Iylollee. YIOMSHYTBIE BBIIIE OOIIMe Y€PThI IITMTKOB
OBICTpOBUAHUI M XpOHMO3yxuaa Suchonica (maxke
€CJIM y TOCJEOHEr0 OHU MMEIOT CTAaTyC Bapualiuii)
yX€ B CHJIy CaMOTO 3TOro (pakTa SIBJISTIOTCS C BBICO-
KOM BEpPOSITHOCTBIO TIE3MOMOMHBIMU JISI XPOHUO-
3yXWi B LIEJIOM — B JOOABJIEHUE K TaKOU O€CCITOpHOI
IUIE3MOMOP( U OBICTPOBUAHUI, KaK CTPOSHNE BEH-
TpaJbHOTO OTPOCTKA INUTKA (HE y4aCTBYIOIIETo y
HUX B MEXIIMUTKOBOM couJieHeHUM). Bce 3T0, BMecTe
¢ bakTOM HaMOOIBIIIEN NpeBHOCTH Suchonica cpean
M3BECTHBIX HAM XpOHUO3yXuJ (CM. mpuMed. 1) u e1e
0oJiee paHHUM ITOSIBJICHUEM IEePBBIX ObICTPOBUAHM,
3aCTaBJIsIeT IEePECMOTPETh Hallle IIEPBOHAYAIILHOE
MPEAIoJOXKEeHUEe O BO3MOXHOM (OPMUPOBAHUU
OBICTPOBMAHM Ha OCHOBE XPOHMO3YXMIHOIO THUIIA
opranm3annu (Novikov, Shishkin, 2000). ITpencraB-
JIsIeTCsl HanboJiee BEPOSITHBIM, YTO IO CTPOEHUIO Ty~
JIOBUIIIHBIX IIWUTKOB OJVDKAWIIWI OOIIMI mpegoK
JIBYX CeMEMCTB XpOHMO3yXUid ObLII, HAIIPOTUB, OJIM-
30K K OBICTpOBUAHUIAM, IEMOHCTPUPYS, B YaCTHO-
CTH, KaK o01Iure ocobeHHOoCT! Suchonica u GBICTpPO-
BUAHUI, TaK 1 ceIuduIecKre IUie3noMopum mo-
CJIETHUX.

O BO3MOXHDbIX CJIIEJAX
CPEOAHEITEPMCKOI'O KPU3NCA
B TETPAITOAHbBIX COOBIIECTBAX
BHE BOCTOYHOUM EBPOIIbBI

Kaxk yxe cka3zaHO, 9BOJIIOLIMOHHBIN TepeXxo JKUBOIA
OpraHu3aluU OT MIPEXKHETO PABHOBECHUSI K HOBOMY Ha-
YMHAETCS C HAPYIIECHUS IIEPBOTO M3 3THX COCTOSIHUI, 1
TEM CaMbIM — C 803PACMAHUSL OP2AHU3AUUOHHOU HEYNo-
padouenHocmu. DTOT TIPOLIECC, 3aAeBalOIIUil XU3HE-
CIIOCOOHOCTD KMBOM CHUCTEMBI, HE MOXET OBITh OCO-
O€HHO JIJIUTEJIbHBIM, U TTOTOMY COXpaHEHME €To Clie-
JIOB B TEOJIOTMYECKOI JIETONWCU BCErga MeHee
OXMAAeMO, YEM JJIST IIEPHUOI0B PABHOBECHOTO CYIIIEe-
CTBOBaHUSI.

B stom cBeTe ciemyer, Oo4eBUOHO, OLIEHUBATh
CKYIHOCTb JAHHBIX O XOJI€ CPEIHEIIePMCKOro (Io3/-
He-TBaAeIyIICKOI0) KpU3HMca, IIPEACTaBICHHBIX B
ATAJIOHHOM MOCJIeI0BATEIbHOCTU TETPAIIOTHBIX 01O~
30H BragnHbl Kappy FOxnoit Adpuku, roe yKasaH-
HbII 31K304 (OTBEYalOIIMii KOHIY AUHOLe(daIoBOM
BIIOXU) CBSI3aH C MEPEXOIOM OT 30HBI 1apinocephalus
K 30He Pristerognathus. I1pucyTcTBU€E B ocagkax, OT-
BEUAIOILIX HayaJlbHOI 4acTU 3TOro mepexona (ba-
3aJIbHBIE cioM nadyku Poortjie), mocaeqHUX AUHOLIE-
¢danoB — TanmmHouedanun (13 pona Criocephalosau-
rus: Day et al.,, 2015a, b) — 1moka3bIBaeT, 4TO
3aBepllIcHUe auHouedanoBoit smoxu B HOXHOIM
T'onnBaHe OBUIO B KAKMX-TO Y€PTaX CXOAHO C TEM XKe
npoueccoM B BoctouHoit EBporie (T.e., ¢ CyHIOBIp-
CKUM 3113010M). Ho Kakux-1mb0o MHBIX ITOIPOOHO-
CTeli, XapakKTepM3YIOLIUX CHelUPUIECKrue TepMU-
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HaJbHble M3MEHEHHWS B OpraHu3aluu cooOlllecTBa
30HBI Tapinocephalus, 10 cuUX MOp JOCTOBEPHO HE
BBISIBJIEHO, 32 UCKJIIOUeHUEM (paKTa pe3Koro odenHe-
HUS$ €ro cCoOCTaBa B BEpXHEM MHTEpBaJie CyllleCTBOBa-
Hus 30HBI (Day et al., 2015a). OueBUIHO, 3TOT HEJIO-
CTaTOK JAHHBIX MOXET ObITh B OOJILIIION Mepe CBSI3aH
C KpaifHe MaJIoi1 pOJIbI0 OCTATKOB aM(pUOMii B OpUK-
TOlIeHO3€e 30HbI Tapinocephalus, Kak 1 BOOOI1IE B IIep-
mu 6acceiina Kappy. Te rpymnmsl amgubdurii, 4To oco-
OEHHO SICHO TOKa3bIBalOT HaIlpaBJieHUE MepecTpoii-
KM COOOIIeCTBa B CYHABIPCKOII OuOTe (CM. BBIIIE),
JINOO BOOOIIE OTCYTCTBOBAIY B TOHABAHCKUX (payHax
(cetimypraMop(dbl, XpOHUO3yXun), JU0O0, B CiIydae
TEMHOCIIOHIWJIOB, ObLJIM B OCHOBHOM IPENCTaBJIEHbI
B CpenHei—BepXHEU MepMU OMHOI M TOM Ke ciabo
mddepeHIMPOBaHHON W MOP(QOIOTMIEeCKA KOH-
cepBatuBHOM Tpymnmoi (Rhinesuchidae). JdomoaHu-
TeJIbHAasl TPYAHOCTD JIJISI aHAJIM3a OpraHU3allMOHHBIX
W3MEHEHUI Ha IIepexone OT 30HbI lapinocephalus K
MO3IHEIIEpMCKOM 30He Pristerognathus cBsi3aHa C
TeM, 4TO ISl TIOCJIeAHEN He U3BECTHO COOCTBEHHBIX
PYKOBOZSIIUX TAKCOHOB, OTCYTCTBYIOIIMX B IUHOLIE-
damosoii ¢payHe. ITostomy crienmpuka Ha3zBaHHOMN
30HBI OIpPeNeIsIeTCs M0 CyTU JUIb e TOJIOKeHUEM
MEXIy MOCJeIHUMHU M0 BO3PACTy HaXoAKaMu JUHO-
nedajoB M TEpBbBIM MOSIBJIEHUEM AWIIMHOJOHTA
Tropidostoma (B ogmHoumeHHoi1 30He) (Day et al.,
2015b). OueBugHO, AUIH OyIYIINE HAXOOKW CMOIYT
OoJiee colepKaTeJIbHO TIPOSICHUTH X0 IIpeoOpa3oBa-
HUIT MECTHOrO TeTPaINoJHOIO cOOOIleCTBa Ha Mepe-
X0Jle OT 3Tamna 30Hbl Tapinocephalus K ciienytoleii
CTYIE€HU €ro yCTOMUYMBOM OpraHu3aluu.

BMecTte ¢ TeM, 1o KpaliHeil Mmepe, oaHa accola-
II1SI KOCTHBIX OCTAaTKOB, BCTpeueHHass BHe Boctou-
Hoit EBpOITBI, MOXXET OBITH MPEIITONOXKUTEIBHO HC-
TOJIKOBaHa B KauyecTBe BO3MOXHOIO clela Tmepe-
CTPOMKM TETPAIIOMHOTO COOOIIeCTBA Ha pyoOexke
cpenHell 1 mo3nHel nepMu. Pedb naet o HaxooKax nu3
bacceiina Jlionas (Lodéve) B FOxHoit ®paHiuu, rae
MECTHas TOIIIAa KOHTUHEHTAJIbHBIX IEPMCKUX OTJIO-
XeHuit BeHuaeTcs maukoii Jlsieion (La Lieude) c
eIUHUYHBIMUA HaXOAKaMU KOCTeil TMO3BOHOYHBIX.
IMocnenHsst cHayaja maTUPOBAJIACh KakK IIO3THE-
nepMmckas (Lucas et al., 2004; Schneider et al., 2006;
Roscher, Schneider, 2006; Hmich et al., 2006; Werne-
burg et al., 2007), Ho 3aTeM OBLIa IIOMEIIEHA B CPE/l-
Hio10 TIepMb (Schneider et al., 2019) mocie yctaHoBe-
HUsI (110 aOCOIFOTHBIM AATUPOBKAM) paHHETIEPMCKOTO
BO3pacTa JUISI HIDKHETO OTlIeJIa IToAcTuIatonIeil pop-
manuu Cansry (Salagou) (Michel et al., 2015). ITo-
CKOJIBKY caMo I0 cebGe 3TO CTpPOro He ormpenessieT
Bo3pacTa Imauyku JIsuibron, To IpeajiaraeMbie Oy Hee
IaTUPOBKM B paMKax CpedHeil MmepMH OCHOBAaHBHI,
[JIAaBHBIM 00pa3oM, Ha KOCBEHHBIX IOBOAAX, BKJIIO-
yasi MHTEpHpETaluio ITaJeOMAarHUTHHIX HAHHBIX U
OILIEHKY CKOpPOCTeii ocankoHakoIrieHus. Yaie Bcero
3Ty TOJIILY IMOMEIIA0T B CYMMapHOM MHTEpBaJie yO-
pacKoro — KenTeHcKoro sipycoB (Marchetti et al.,
2019, puc. 10; Citton et al., 2019, puc. 10). B ee ckyn-

HOM MaJIEOHTOJOTMYECKON XapaKTePUCTUKE OTHUM
13 TJIaBHBIX BJIEMEHTOB SIBJISIETCSI KOMIUIEKC TeTpa-
MOMHBIX CJIEIOB, CPEAN KOTOPKIX OJWH U3 PYKOBOISI-
IIMX HMXHOTAaKCOHOB (Brontopus) IpummchIBaeTCs
nuHonedanam (Schneider et al., 2019; Marchetti
etal., 2019). KocTHble oOCTaTKM W3BECTHBI 3[1€Ch
JIMIIIb 10 IBYM HaxoOgKaM, BKIIIOYAIOIIUM (pparMeHT
MO3BOHOYHOIO CTOJI0a TpuMepopaxoMopdHOI am-
IUIOCHOHAWILHON aMmGubnyu — TyMIakKo3aBpuaa —
¥ CKeJIeT KPYITHOTO mejinmKo3aBpa-Kaseuma (Werne-
burg et al., 2007). Takasst KoOMOMHaAIIMS OJHOBO3PACT -
HBIX B JTaHHOM CJIy4ae TaKCOHOB MPEACTaBIISIET COO0I
JIOCTaTOYHO XapaKTEPHBIII NpHUMEpP “COBMEIIECHMUS
HECOBMeCTUMOro”, T.e. ¢peHOMEeHa, OOBIYHOIO s
IIEpEXOMHBIX HEPAaBHOBECHEIX OMOT. B camowMm peire,
TUIWYHbIE (INTUIOCTIOHAWIBHEIC ) TYIINIaKO3aBPUIbI
B HOpM€ M3BECTHBI JIMIIb U3 0a3ajibHOTO Tpuaca, Ije
OHM IIMPOKO paCIpOCTpaHEeHbI; TOrga Kak Ooiee
paHHHUE ceBepOaMepPUKAHCKNE WIEHBI 3TOTO CEMEi-
CTBa — IUIOXO M3BECTHBIE paHHemnmepMcKas Slaugen-
hopia 1, HECOMHEHHO, OMHOBO3PAaCTHLIN (HECMOTPS
Ha OTCYTCTBHME TaHHBIX O IIPOUCXOXKICHNN HAXOIKM)
Kourerpeton — eie coxpaHsIOT paXUTOMHBIE IO-
3BoHKM (Olson, Lammers, 1976; Milner, Sequeira,
2004; cp. Iumkwuna 1973, 2011). C npyroii CTOpOHBHI,
PEeNTWIMM-Ka3euIbl TUITMYHBI UISI paHHEH mepMu,
XOTSI pSif VX IpeICcTaBUTEJICii BCTpEUYeH TaKKe B OT-
JIOXEHUSIX Ka3aHCKO-paHHETAaTapCKOIro Bo3pacTa
(cpenHsist mepMb); KpOMe TOTO, HECKOJIBKO MX IIepM-
CKUX TaKCOHOB He MMEIOT TOYHOI maTupoBKHU (Reisz
et al., 2011). Ecau cocyiiecTBoBaHUE OBYX yKa3aH-
HBIX GOpM TeTpanod u3 d6acceitHa JIon3B neiicTBU-
TEJILHO TOBOPUT 00 MX IIPUHAIJIEXKHOCTH K HEYCTOM -
YUBOMY COOOIIECTBY, HAXOASIIEMYCS B IIpoliecce Iie-
pecTpoiikui, To Haubojiee NmMpUMedaTesIbHbIM 3[1€Ch
KaxeTcsl “yrpekparolice” Mo BpeMeHHU IIOSIBJICHUE
IIPOrPeCCUBHOTIO TyIMMIaKo3aBpuaa. JleicTBUTEIBHO
JI 00Cy>KIaeMBblit 3BOIOIIMOHHBIN 3TTM30] OTHOCHUT -
CcsI IMEHHO K KOHILY I'BaJieJIyIICKOTO BpeMeHHU (1031~
HEeMY KeTITeHY), PEIIUTh Ceidac 3aTpyaHUTEIbHO.

Pabora moaroromieHa mpu MOIIEpXKKE TIpaHTa
PODU Ne 20-05-00092.
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Disturbance of Organizational Equilibrium during the Change
of Ancient Tetrapod Communities: Its Manifestations
at the Middle—Late Permian Transition

M. A. Shishkin

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

The evolutionary transition of a living organization to a new stable state begins with the disturbance of its pre-
vious equilibrium and, thus, with an increase in organizational disorderliness. The study of the traces of such
disturbances was conducted based on the change of terrestrial vertebrate communities during the transition
to the Mesozoic. It has been shown that the most common among such traces are the following: (a) “preco-
cious” emergence of future dominants; (b) “Lazarus”-effect, i.e. return to the fossil record of previously dis-
appeared forms; (c) the emergence of “disaster taxa”; and (d) the effect of “archaic diversity”. An analysis of
the early phase of this transition (Middle Permian crisis), recorded in the Sundyr tetrapod fauna of Eastern
Europe, shows that the same change in the composition of a community may be a symptom of several typical
violations of its organization. Thus, the precocious appearance of amphibian groups characteristic of the Late
Permian—dvinosaurids and chroniosuchids—implies, along with this, the “Lazarus”-effect in the first case
and the emergence of a “disaster taxon”, along with the effect of archaic diversity—in the second. The pos-
sibility of revealing similar symptoms of the equilibrium disturbance in some other Middle Permian faunas is
considered.

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