My3aueHko A. H0. PasHoob6pa3sme permoHasbHbix KOMMJIEKCOB MaeKonuTaowWwmx EBponbl Ha pybeske naeicToueHa v rono-
ueHa // NpuHumnbl skonorum. 2019. Ne 3. C. 74-100.

:.‘~; HAY4YHEIA 3NEeKTPOHHLIA XYpHan

NMPUHLUAUINbI 3KOJIOTNUN

METPOIARDACKMA MOCY AAPCTEEHHKIN

YHWUBEPCHTLT

http://ecopri.ru

http://petrsu.ru

VYIK 574.42,574.472, 574.474

PASHOOBPA3SUE PET'MOHAJIBHBIX KOM-
IINIEKCOB MJUJIEKOITUTAIOIIUX EBPOIIbI
HA PYBEXE INVNIEUCTOLHEHA U TOJIOLOEHA

IIY3AYEHKO
Angpeii IOpbeBu4

Kniouesble cnosa:
b6uonoruyeckoe
pasHoobpasue
naencToueH

rosioueH

BMAoOBOe 6oraTcTBo
3HTpONUSA

WMHAEKC AOMUHUPOBAHUSA
N30bITOYHOCTb

WHAEKC 06opoTa BMAOB
paHrosble
pacnpegeneHua
MAeKonuTaolLmne

0. 6. ., Uncmumym 2eocpagpuu Poccutickou akademuu Hayk, puzak(@igras.ru

AHHOTauMA: AHaNU3 JAHHbIX MA/IEOHTONOMMYECKOM NETOMUCHU, COAEPKALLMX
BaXHyl0 MHbopmauuio o6 3BontounM BUonornyeckoro pasHoobpasma Ha
pyberke nnencroLeHa u ronoueHa, MmeeT 60blIOE 3HaYEHWE A1 TOHUMaHKA
NCTOPUYECKUX 3aKOHOMEpPHOCTEN GOPMMPOBAHMA COBPEMEHHbLIX Ha3EMHbIX
3KOCUCTEM M NPOTHO3a X USMEHEHW B byaywiem. B cTaTbe paccmaTpuBatoTcs
oblMe 3aKOHOMEPHOCTM  3BOOLMM  MapameTpoB  BuMonorMyeckoro
pa3sHoobpasua 11 pervoHanbHbIX KOMMJEKCOB MJIeKonuTalowmx Esponbl
B MEepMOL MX KaYeCTBEHHOW nepecTponkm B MHTepsane ot 50 go ~ 5 Tbic.
net (n3otonHble ctagun MIS 3—MIS 1). Mo pesynbTaTam MOAENNPOBaAHMUA
3BO/IIOUMM CTPYKTYPbl KOMIMIEKCOB A/A KaKAoro M3 HUX onpeaeneHbl
BPeMEHHble MapamMeTpbl MNepexoaHbiX NepuoaoB B MHTepBane 18-6.6
TbIC. 1IeT Ha3ag4, NPOAONKMUTENbHOCTb KOTOPbIX BapbMpoBana oT ~1 o 5.6
TbIC. NeT. BbiaeneHbl U onncaHbl TPM BapMaHTa NepPecTPOMKN KOMMIEKCOB.
Ona wn3yyeHua 3ssonwoumm 6GUONOTMYECKOro pasHoobpasma UCXOZHOro
(nnencToueH), NepexogHOro M KOHEYHOro (CpeaHwuit roloLeH) COCTOAHUM
KOMM/IEKCOB OMpeaenann cnegylowme napameTpbl: BuMaoBoe 60ratcTso,
3HTPOMMUIO, UHAEKC AOMUHUPOBAHUSA, U36bITOYHOCTb UM MEPY OPraHM3aLUu,
nHaekc “obopota BuaoB”. Kpome aToro nccnegoBanm npUMeEHMMOCTb PasHbIX
MoZe/Ielt PAHroBbIX pacnpeaeneHnin aasa onucaHua SMNUPUYECKMX AAHHbIX
N COOTBETCTBME Pa3HbIX MoAenen PasHbIM 3BOHOLMOHHBIM COCTOAHUAM
dayHMCTUYECKMX KOomMNneKcoB. [lOKasaHO, 4YTO OCHOBHOE coAeprKaHue
3BO/IOUMM BONBLUIMHCTBA KOMMNAEKCOB BblPaXKasioCb B CHUMKEHUM BUAOBOMO
6oratctBa/pa3Ho06pa3nA M yNPOLLEHMUM UX BHYTPEHHEN CTPYKTYPbI, BKAtOYasA,
BEPOATHO, U CHUXKeHWe ¢GYHKUMOHANAbHOW WM3ObITOYHOCTU. YCTOMYMBOCTb
6ONbLIMHCTBA €BPONENCKUX (GAYHUCTUYECKMX KOMMJIEKCOB B MO34HEM
nnerctoueHe obecneymBanacb 3a CYET BbICOKOrO BMAOBOrO 6HOraTcTsa,
OTHOCUTE/IbHOM CTAabUNbHOCTM 3KOJIOTMYECKMX HUW  (cneunanusaumu),
obecneumBaloWwmx NpU LIMPOKOM B3aUMHOM MNEPEKPbIBAHUM MOCNELHUX
BbICOKYIO 3KO/IOrMYECKYyo (YHKUMOHANbHYO M36bITOYHOCTb. Ha ocHoBe
pe3ynbTaTOB 3TOTO  WCCAEAOBaHMA Mbl  MPEANoONOXKUAM, YTO NoTeps
6uonorMyeckoro  pasHoobpasva U ynpoleHne  GYyHKLMOHANbHbIX
OTHOLLUEHUI B cUCTEME “OpraHU3M — pecypcbl cpesbl” B rO/IOLEHE NPUBENU
K CHMMEHUIOD YCTOMYMBOCTM OO/BLUMHCTBA PErMoHasibHbIX KOMMIEKCOB
K BO34ENCTBMIO BHEWHUX (GAKTOPOB, HO YBEAUYMIM MX CMOCOBOHOCTb K
CaMOBOCCTAHOB/IEHUIO.

© MeTpo3aBOACKMI FOCYAAPCTBEHHbIN YHUBEPCUTET
NoanucaHa K nevatu: 07 okTaAbpa 2019 roga
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BsegeHue

ManeoHToNOrMYeckKana NeTonmucb NpeaoCcTaB-
naet obWMpPHYIO MHPOPMALMIO O MPOLLIOM
pa3Hoobpa3Mm MAeKonNUTalWMX U BULOBOM
boratcTBe. ITM paHHble MmetoT ocoboe 3Ha-
yeHWe ANA NOHMMAHUA UCTOPUYECKUX 3aKO-
HOMepHOCTe GOPMMPOBAHNA HA3EMHbIX KO-
CMUCTEM B MO34HEM NNENCTOLEeHe — cpesHem
ronoueHe (MIS 3 — MIS 1: = 50-5 TbIC. f1eT Ha-
3a4) B Nepuos peskmMx M3sMmeHeHUn rnobanbHo-
ro K1MmaTa 3eMun, Ho elle 6e3 3KCTEHCUBHOTO
BO34ENCTBMA XO3ANCTBEHHOM AEATENbHOCTH
YyenoBeKa. 3Ta MHPOPMALMA NEKUT B OCHOBE
rmnoTes 0 BO34eNCTBMM HAa BUOTY aHaNOrMYHbIX
KNIMMaTUYECKUX U3MEHEHUI B ByayLiem.

NcTtopna esponenckor dayHbl MaeKonu-
TAlOWMX B NO34HEM MAENCTOLEHE — ro/IoLeHe
EBponbl AOCTAaTOYHO MOJHO AOKYMEHTUPOBa-
Ha Ha OCHOBE aHanM3a COTEH M TbICAY MecTo-
HaxoxaeHnn (CmupHoB wm ap., 1990; Map-
KoBa u gp., 2008; OaHykanosa wn ap., 2018;
Bachura, Kosintsev, 2007; Ponomarev et al,,
2012; Puzachenko, Markova, 2014; Alvarez-
Lao and Méndez, 2016; Pavelkovd Ri¢ankova
et al., 2015; Crees et al., 2016; Dinnis et al.,
2016; Royer et al., 2016; Fernandez-Garcia et
al., 2016; Kosintsev et al., 2016; Discamps and
Royer, 2017 1 MH. ap.).

OAHUM M3 KNOYEBbIX KIMMATUYECKNX CObbl-
TUI pacCMaTpPMBaAEMOro BPpEMEHHOIo MHTepBa-
na 6bin nepexos OT NocnefHero onegeHeHnem
Nno3gHero nAencToueHa K MeXeAHUKOBbIO
ronoueHa. dopmanbHaa cTpaTurpadpuyeckan
rpaHnLA mexay NAenCcTOLEHOM U roNIoLEHOM
npuHumaetcs no (Walker et al., 2009) u Haxo-
antca B pavioHe 11700 Tbic. €T C MaKCUMasIb-
HOM WKbKom 99 net. OQHAKO M A0 U NOC/E 3TOM
YC/IOBHOM rpaHuLbl payHa npeTepnesasa pas-
HoOobpa3Hble TpaHCHOPMaALUN.

Hawwn uccnepoBaHmMAa cocTaBa pernMoHasb-
HbIX PayH KPYMHbIX U CpefHepasMepHbIX Me-
KonuTatowmx BoctouHon EBponbl (Puzachenko,
Markova, 2014, 2016) nokasanu, 4To M3me-
HEHWA BWOOBOrO COCTaBa B KOHLE MO34HEro
naencrouyeHa 6blIM HEAMHEWHBIMU U Heob-
paTuMmbimun. [Mepexos Mexay KOoMMieKcaMu
KPYMHbIX MJIEKOMUTAIOLLMX NJAENCTOLLEHA U TO-
NnoueHa 6bln 04eHb Pe3KMM, MPAKTUYECKU CKaY-
KoobpasHbiM. [locnegytouwme umccnegoBaHumA,
BK/IOYatOLMe BCHO payHy maeKkonuTatowmx Es-
ponbl, AaTUpyemyto UHTepBanom = 50-5 Tbic.
NeT Ha3ag, BbiABMIN ropasao bonee CAOXKHYHO
N HEOAHO3HAYHYIO PEeaKLMI0O KOMMJIEKCOB Mie-
KOMUTaOLWMX Ha U3IMEHEeHMA rMobanbHOro Knu-
MaTa, B TOM YMCe Ha YPOBHE OTAE/NbHbIX peru-
oHoB (MapkoBa, Ny3ayeHko, 2017; Puzachenko,
Markova, 2019).

YansutenbHblii EHOMEH «ANCTaPMOHUYHbI
x»/«be3aHanorosbix» reorpadpuyeckmx accoum-
auMn BMaoBs maekonutarowmx (Semken, 1988;
Semken et al., 2010) no3aHero nnelicroueHa
He TO/IbKO Ha TeppuTopun EBponbl 3aKkatovasnca
B COYETaHWUWU BbICOKOro BMAOBOro pa3Hoobpa-
3MA MJIEKOMUTAKOLWMX C BbICOKOM YCTOMYMBO-
CTblO BCEro KOMMAeKca Ha ¢pOHe OYEeHb Cypo-
BOro K/AMMaTa BaNgamcKoro (= BMC/IMHCKOTO,
BIOPMCKOr0) onegeHeHuaA. Kpome HU3KUX Tem-
nepatyp M apuaHOCTW, KAMMAT MocieaHero
oNefeHeHNs XapaKTepmn3oBasica BbICOKOM Ba-
pPUabenbHOCTbIO KAMMATUYECKOM 0BCTaHOBKMY,
He XapaKTepHOM ANA KAMMATa COBPEMEHHOIO
mexxneaHnkosba (Svendsen et al., 2004). «Awnc-
rapMOHMYHOCTb» dayH OLEHMBAETCA OTHOCU-
T€NbHO COBPEMEHHbIX (HayHUCTUYECKUX KOM-
naekcos. MHorve BuAbl, BXOAUBLLUME B COCTaB
€BPa3snUNCKNUX GayHUCTUYECKUX KOMIMJIEKCOB
«MaMOHTOBOM CTENMU» B NNENCTOLLEHE, B FO/10-
LeHe MMEeHT CUMIbHO pas/inyatolmecs 3KoNo-
rMYecKMe HULIK, 3aHMMAIOT anlonaTpuYeckune
apeanbl, He BCTPEYalTCA B COCTaBE OAHUX U
TeX e coobLecTB. XapaKTepHOM YepTor nnen-
CTOLEHOBbIX KOMM/EKCOB BbII0 NPUCYTCTBUE B
HUX KPYMNHbIX TPAaBOAAHbIX U XULLHbIX M/IEKOMK-
Taowmx («meradayHa»). ITOT BarKHENLLUIA KO-
CUCTEMHDbIM KOMMNOHEHT MPaKTUYEeCKU MOJIHO-
CTblO MCYE3 B KOHLE NAENCTOLEHA, @ HEMHOTMEe
pacTUTeNbHOAAHbIE NpeacTaBuTenn meraday-
Hbl, NepPeXMBLUME TPAHULLY NNENCTOLEHA U ro-
noueHa (MamoHT, 3ybp, 6130H, NepBobbLITHbIN
ObIK, TMFAHTCKUI ONEHDb), HE CMOINIU NEePEXUTb
3KCTPEMabHO Tenbl Nepuos KAMMaTUYeCcKo-
ro onNnTMMyma cpeaHero ronoueHa uam 6biam
ncTpebneHbl YeNOBEKOM YiKe B cpeaHue BeKa.
TpaHchopmaumsa eBpPasUIMCKUX 3KOCUCTEM, WU
B TOM yuncne GpopMMpPOBAHUE CMNIOLIHOM Nec-
HOM 30Hbl B nocnegHune 10 Tbic. net, obycno-
BMAN 3BONOLMIO COBPEMEHHbIX 30HaNbHbIX
MeXNeaHUKOBbIX 3KOCUCTEM, KOTOpble B MO-
Aasnalowem 60nblWIMHCTBE CNy4aeB He OOHa-
PY*KMBAIOT aHA/IOrOB B NO34AHEM NAENCTOLEHE.
B Hanbonblien cteneHn 3Tn npeobpasoBaHuUA
NPUPOAHOW cpeabl 3aTPOHYIN TeppuTopUio EB-
ponbl.

MoOHMMAHME MexaHM3MOB CaMOpPa3BUTUA
3KOCUCTEM B MPOLWAOM NyTeM BbIBAEHUS
orpaHu4yeHun (NpaBmI) BapbUPOBAHUA UX BaXK-
HeNLWKNX NapamMeTPOB AONKHO NeXaTb B OCHO-
BE CO34aHUA COBPEMEHHbIX 3O PEKTUBHDIX TEX-
HONOMNI ynpasaeHnsa (NpMpoaononbL30BaHNSA)
N BEPOATHOCTHOrO MNPOrHO3a 3BOIOLLUM IKOCK-
ctem B byayuwem (MysayeHko, 2017). B cBasu ¢
3TUM 0CObbI MHTEepec NpeacTaBNAAET Nepuos,
TpaHchopmaunn/nepecTponKkm nosgHennemn-
CTOLLEHOBbIX 3KOCUCTEM, COMPOBOXKAABLUMINCA
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He TO/IbKO XOPOLIO WM3BECTHbIM BbIMUPAHMEM
meradayHbl, HO B ropas3go 6onbliel CTeNEHU
N3MEeHeHWeM apeanoB BMAOB, KOTOpble B Ha-
cToAlee Bpema Mbo OTCYTCTBYIOT Ha TeppUTO-
puun EBponbl, 1MHO MX apeanbl pe3Ko COKpPaTU-
IMCb AN, HaobopPOT, pacwMpUanCL B ronoLe-
He.

Ha ocHoBe 06LWMPHOro NaneoHTON0OrMYecKo-
ro matepuana Hamu 6blia PEKOHCTPYMpPOBaHa
aBontoumA dayH maekonuTarowmx 19 pernoHos
Esponbl (Puzachenko, Markova, 2019).

Pe3ynbTaTbl 3TON PaboTbl NOCAYKUAN OCHO-
BOWM AaHHOro uccnegosaHus. Matepuan nosso-
NAeT AaTb AOBOJIbHO TOYHYIO OLLEHKY BPEMEH-
HOro MHTEepBana «nepexoda» Mexay AOBYyMA
rnob6anbHbIMM  COCTOAHUAMM  PErMOHANBHbIX
dayH Ha pyberke nnencToueHa W ronoueHa.
Kpome 3Toro mbl onpeaenvnu pag Karo4veBblx
napameTpoB 6uonormyeckoro pasHoobpasua
bayHMCTUYECKNX KOMMIEKCOB A0 Nepexosa, B
nepuog TpaHchopmaymmn payH 1 B NnepBomn no-
NNOBUHE rosioueHa.

OcHOBHas Lenb UCCNeAoBaHMA COCTOANA B
noucke obLIKMX 3aKOHOMepPHOCTelN (MHBapUaH-
TOB), OTPaA*KalOWMX MPOLECC 3BOIOLMOHHbIX
N3MeHeHWN NapameTpoB bruosornyeckoro pas-
Hoobpa3usa (BMAoBoe 6OraTCTBO, SIHTPONUSA, UH-
AEKC AOMUHMPOBaHMA (Simpson, 1949), mepa
opraHuMsauum mam usbbiTodHocTM (Shannon,
1948; Foerster, 1960)), wWKWpoOKO ucnonb3ye-
MbIX B 3KONOrMYECKMX UCCNefOoBaHMA coBpe-
MeHHbIX 3KocucTem. Kpome nepeymcineHHbIx
Bbie, B paboTte npumeHanucb napametp B
PaHroBbIX pacnpefeneHnii nu nHaekc «obopo-
Ta BUAO0B» BuabcoHa n Wmnaa 6, (Mourelle,
Ezcurra, 1997), B KayecTBe aHasiora MHAEKCa
6eTa-pasHo0bpasua Yutrekepa. Mpn aTom mbl
ncxoaunum us paboden runortesbl O TOM, YTO
«nepexon» GayHUCTUYECKMUX KOMMNEKCOB Me-
KOMUTAIOLLMX OT UX COCTOAAHWUA B NNENCTOLLEHE K
COCTOAHMIO B ronoueHe 6bl1 HePaBHOBECHbLIM,
HeobpaTMMbIM  MPOLECCOM, COMPOBOXKAAB-
WMMCA noTepen YCTOMYMBOCTM COODLLECTB
MIEKOMUTAIOLLMX.

MaTtepuanbl

3ooreorpaduyeckoe 3oHMpoBaHue EBponbil,
npuHaToe B 3TOM paboTe (puc. 1), ocHoBaHO
Ha aHa/IM3e COBPEMEHHbIX apeanoB Ha3eMHbIX
MIEKOMUTAOWMX, NpeacTaBNeHHbIX B 6ase
AaHHbIXx MCOM (Terrestrial Mammals. IUCN,
2016. The IUCN Red List of Threatened Species.
Version, 2016-1. http://www.iucnredlist.org/
technical-documents/spatial-data). MpuHUK-
Nbl 30HMPOBAHUA C wucnonbzoBaHmem [UC-
TexHonornii onucaHbl B (Heikinheimo et al.,
2007; Kreft, Jetz, 2010). OeTtanmnsauma meTto-

AWKM Hallero BapuaHTa 30HUPOBaHMA NnpuBse-
AeHa B pabotax (Puzachenko, Markova, 2016;
Markova, Puzachenko, 2018). OcHoBaHnem ana
MCNONb30BaHMA COBPEMEHHOro 3ooreorpadu-
YeCKOro 30HMPOBaAHMA A/1A NANIEOPEKOHCTPYK-
UUIA NOCNYXKUAMU pe3ynbTaTbl MUCCNef0BaHUM,
0606ueHHbIX B (MapkoBa 1 ap., 2008), rae
6blNa NoKa3aHa OTHOCUTE/IbHAA YCTOMYUBOCTb
NOJIOXKEHMA OCHOBHbIX 30HAJIbHbIX FPaHUL, Ha
TeppuTopun EBponbl B KOHLUE NO34HEero nnei-
CTOLLEHA W B rO/IOLLEHE.

B naHHOM paboTe npeacTaBneHbl pe3ybTa-
Tbl M3y4YeHMA napameTpoB pasHoobpasua no
11 pernoHanbHbIM KOMMNAEKCAM MJ/IEKONUTAIO-
wmx (tabn. 1). MHPopmaumoHHas H6asa mnccne-
[OBaHMA B3ATa W3 MNaJIeOHTO/IOTMYECKOn bu-
6anorpaduyeckoit 6asbl gaHHbIx PALEOFAUNA
(Markova et al., 1995), koTopas 6bina cobpaHa
N NOAAEPMKUBAETCA aBTOPAMM HA MPOTANKEHUN
nocneaHux 25 net (perncTpauMoHHbIN HO-
mep 2011620493, UHCTUTYT reorpadum PAH).
B uenom 6bin npoaHannsnposaH coctas 2593
MECTOHAXOXAEHN MNEKONUTAOLWMX, AATUPO-
BAHHbIX B OCHOBHOM PaZNoyrnepoaHbIM MeTo-
[OM.

MeTtoabl

Bce paauoyrnepogHbie (*C) patbl Kanu-
6poBanMcb C MUCMNO/Ib30BaHMEM KannbpoBou-
HoM KpuBoM Intcall3 B nporpammbl OxCal
4.3 (Ramsey, Lee, 2013; Reimer et al., 2013).
Mcnonb3yetca HepaBHOMEPHaAa BpeMeHHas
WWKana, 4To 0bBYyCNOBAEHO rUNEepPbONNYECKUM
POCTOM «OLMBKK» (cpeaHeKBagpaTUyecKoe
OTK/IOHEeHMe) AaT B 3aBUCMMOCTM OT BO3pac-
Ta mecToHaxoxaeHua (Royer et al.,, 2016;
Puzachenko, Markova, 2019). B utore ans Kax-
[IOT0 PernoHa BCe AaHHble O BCTPEYaeMocCTu
MECTOHAXOXAEHUI  MNEKONUTAWMX  Bblan
arpernposaHbl no 30 BpeMeHHbIM MHTepBanam
C AAMHOM nocnegHux ot 620 net (No3aHWMIA ro-
noueH) Ao 5.6 Tbic. net (~ < 50 Tbic. neT). Mpak-
TMYECKM Mbl MCMNO/Ib30Ba/IN MEHbLUEE YWUC/O
WMHTEPBA/IOB, HAYMHAS CO CPeAHEero ro/oLeHa,
NOCKO/NIbKY 60osee no3aHue U COOTBETCTBEHHO
KOPOTKME MHTEepPBa bl LWKa/bl He bbian obecne-
YyeHbl pPenpeseHTAaTUBHbIM MasleOHTONOIMYE-
CKMM MaTepmnasiom.

[Ns Kaxaoro MHTepBasa BPEMEHHOWM LLUKabl
onpeaenanu obuiee YMCNO BUAOB U ANA KaXK-
[Oro BMAa — 4acToTy BCTPEYAaeMOCTU MeCTo-
HAXOXAEHWUN, B KOTOPbIX OH Obla 0GHapPYKeH.
PacnpeneneHne OTHOCUTENbHbIX K HOPMANU30-
BbIBA/IOCb», A1 YETO UCMNONb30BA/IN APKCUHYC-
Hoe npeobpasosaHue (Sokal and Rohlf, 1995).
Kaxkablh MHTepBan Obla1 OXapaKTepM30oBaH Ha-
6OpPOM YaCTOT MECTOHAXOXKAEHWUIM Pa3HbIX BU-
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Puc. 1. Cxema 11 permoHoB, yNOMAHYTbIX B CTaTbe, U MECTONO/IOXKEHUA MAIEOHTOIOTMYECKUX MECTOHAXOX-

OEHWUI, [aTUPOBAHHbIX BTOPOW NONOBMHOMN NO34AHEro NaencToueHa — cpeaHUM ronoueHom. PaclumndpoBska

abbpesunaTtyp perMoHoB cm. B Tabn. 1. 1 — cxema CKaHAMHABCKOTO JIeAHMKOBOIO LWUTa B MaKCUMYM Bandan-
CKOro osiegeHeHus (MsotonHan ctaausa MIS 2), 2 — MecToHaxoKAeHus

Fig. 1. A diagram of the 11 regions mentioned in the paper and the paleontological locations dated the
second half of the Late Pleistocene — the Middle Holocene. Explanation of the abbreviations of the regions,
see table. 1. 1 — Scandinavian ice sheet at the maximum of the Valdai Glaciation (isotopic stage MIS 2), 2 —

locations

[0B («onucaTtenbHble nepemeHHble»). OTHoLe-
HWA CXOACTBA/PasMuma MeXay UHTepBanammu
3343BUIUCb METPUKOM. B KauecTBe MeTpMKM
ncnonb3oBanu uHaekc bpea — Kyptuca (Bray,
Curtis, 1957; Ricotta, Podani, 2017), KoTopblii1
OMMUCbIBAaeT OTHOLUEHUA MeXAY BCEMWU Napamm
WMHTEPBA/IOB NO COOTHOLLEHMIO BCTPEYAEMOCTH
MECTOHAXOXAEHUIM C PasHbIMM BUAAMU Mie-
KOMUTAIOLLUX.

Takum o6pasom, «cuctema» Kak OOBEKT
MOAENNPOBAHMA ONpPeaenaeTcs Kak COBOKYM-
HOCTb MHOYECTBa 3/1eMEHTOB (MHTepBa bl Bpe-
MEHHOM LWKasbl), UX ONUCATENbHbIX NepeMeH-
HbIX U1 METPUKMN, 3343a0LLYI0 OTHOLUEHUA MEXK-
Ay BCEMM 3neMeHTamMu. 3agavya MoaenpoBa-
HWUA COCTOWUT B BbIAENEHUU YNOPALOYEHHbIX
OTHOLLUEHUN MeXKAY d/IeMEHTaMN CUCTEMbI Ha

¢doHe cnyyarHoro wyma. Mpu sTom ncxogHble
OaHHble ONA MOAENWN COAEP)KATCA B MaTpuue
3HayeHu uHpeKkca bpes — Kyptuca. Odanee
3Ta maTpuua obpabaTbiBanacb METOAOM He-
METPMYECKOTO MHOTOMEPHOIO LLKA/IMPOBaHMA
(Davison, 1983) ¢ uenbio opaMHaALUN BPEMEH-
HbIX MHTEPBA/IOB B EBK/IMA0BOM NPOCTPAHCTBE
HeboNbLWON pasmepHOCTM (noapobHee cm. B
(Puzachenko, Markova, 2014, 2016)). No ycno-
BMIO MONYYEHUA, KOOPAMHATLI mogenn (obo-
3HayatoTca B paboTe BC1, BC2 n BC3) coageprkat
OCHOBHYIO MHpOpmaLUo 06 ynopAaaoYeHHbIX
(He cToxacTUYeCKNX) KOMMNOHEHTaxX BPEMEHHOWM
OVHAMUKN CTPYKTYPbl PErMoHanbHom ¢ayHbl.
PasmepHOCTb moaeneln BapbupoBana oT 2 Ao
5. KoopauHaTtbl moaenen aBnaoTCcA UHBapUaH-
TaMWU M3MEHYMBOCTU BCTPEYAEMOCTU OTAEe/b-
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B Na/IEOHTO/IOTMYECKOM NeTonmucu

Tabnuua 1. HasBaHuA 1 a66per1aTy§>a 6MOPErMOHOB, YMC/I0 MECTOHAXOXKAEHUI M 06LLEE YMCN0 BUAOB

(NSP

Table 1. Names of the biogeographic regions and their abbreviations, number of locations, and number
of species in a paleontological record

Yucno

BuopernoH AbbpeBnaTypa mecToHaxoxge- NSP
HW1

ATnaHTUYecKuin BocTouHbIN (Atlantic East) ATE 597 109
BopeanbHbIli toXKHbINM (Boreal South) BORS 208 41
LUeHTpanbHo-EBponeickuii ceBepHblii (Central European CEURN 385 119
North)
LUeHTpanbHo-EBponencKkmii toxkHbIN (Central European South) CEURS 795 134
BQCTquo—EBponeMCKMM cpenHeypanbckuii (East European EEURMU 134 75
Middle Ural)
BocTouHo-EBponeiickuii toxHoypanbckmin (East European EEURSU 137 31
Southern Ural)
Cpe,CI,M'3EMHOMOpCKMM aneHHUHcKkuI (Mediterranean MDAP 304 81
Apennine)
CpeaumseMHoMOpCcKUIA bankaHckuin (Mediterranean Balkan) MDBLK 109 75
CpeaumseMHOMOpPCKUIA NupeHeicknin (Mediterranean Iberian) MDIB 381 92
YepHomopcKo-Kacnuitckuii (Ponto-Caspian) PNTCA 145 65
3anagHoesponelickuii (West European) WEUR 2593 143

HbIX BUAOB KOMMNEKCOB. TaK}Ke OHU MOTYT MH-
TEPMNPETUPOBATLCA M KAaK NapaMeTpbl NopAaKa
«CUCTEMbI» B KOHTEKCTE CUHEPreTUYECKOM MO-
Aenu.

Bbino nokasaHo (Puzachenko, Markova,
2019), yto BC1 n/unmn BC2 koppenunpytot 6*0
(%0) (MeamaHHOe 3HauYeHWe noKasaTens pac-
CYMTbIBANOCH ANA KaXKA0M0 BPEMEHHOTO UHTEP-
Bana no pagy North Greenland Ice Core Project
Oxygen Isotope Data, NGRIP (Andersen et al.,
2004)) n BuaoBbiMm 60raTcTBOM.

Pe3ynbTaTbl MOAENMPOBAHUS UCMO/b3YHOTCA
HaMW 34€eCb TO/IbKO AN ONpeAeneHna rpaHny,
BPEMEHHOro MHTEPBANA, Ha KOTOPOM MPOUCXO-
ANNa NepecTpoiKka permoHanbHoro ¢payHUcTu-
YyecKoro Komnnekca. [1na aToro CTPOUINCH rpa-
VKN mexkay nocnenoBaTe/ibHbIMU 3HAYEHMUA-
MW KOOPAMHAT mogenu (anarpamma Jlamepes,
HO 6e3 annpPoKCMMaL MM AaHHbIX MOIMHOMOM).
Tak Kak no ycnosuto koopauHatel BC1 n BC2
HEe KOpPenupyoT Apyr C APYrom, TO MHTepBan
«nepexofa» AN KaXAoN U3 HUX MOMKET U He
COBMagaTb UAN MOXKET ObiTb BblpaXKeH TOIbKO
Nno o4HOM U3 HUX. Apyrumm cnoBamu, npeano-
NlaraeTca, YTo Mo OAHMM CBOMCTBAM CUCTEMbI

rpaHuLbl Nepexoaa MoryT 6bITb BblparkeHa, a
no APYrMMm, He 3aBUCUMbIM OT HUX CBOMCTBAM,
MOXET He HabnwaatbCca HUKAKUX U3MeEHe-
HUM (nogpobHee cm., Hanpumep (My3auyeHko,
2017)).

[Ons XxapaKTepUCTUKN BUoNOrnyeckoro pas-
HoObGpasuna Tpex npeanonaraembiX COCTOAHUN
PernoHanbHoro ¢GayHMCTUYECKOro KOMMAeKca
(«nneicToueH», nepexon, «ronouUeH») npume-
HANKU: BUAoBoe boratcteo (NSP) —uncno Bnaos,
3apUKCMPOBaAHHOE B PErMOHaNbHOMN NaseoHTo-
IOTUYECKON NeToNUCKU, UHAEKC AOMWHUPOBa-
HUA

D=3(n/N?,0<D<1,

r4€ N.— YNCI0 MECTOHAXOXAEHUM C BUAOM i,
N — obLee YNCNO MECTOHAXOXKAEHUN,

sHTponuio LWeHHoHa, H = -3 (n/N) - In(n /N),
Mepy OpraHusaumm WAN  «U3BbITOYHOCTMY
(redundancy), rae NSP —uucno Bnaos.

[ns cpaBHEHMA TaKCOHOMMUYECKOIO PasHOO-
6pasnsa pasHbIX COCTOAHUN (ayHUCTUYECKUX
KOMMJIEKCOB MCMNONb30BaNU MOANPUKALMIO UH-
fAeKkca «obopoTta Buaos» BuabcoHa — Wmnaa
(Mourelle, Ezcurra, 1997):
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8,=(g+/)/(2a - (n-1),

rae g — NPUPOCT YMCNa OBHAPYKEHHbIX TaK-
COHOB Ha «rpPagMeHTe» Mexay nocnenoBaTesib-
HbIMU COCTOAHUAMM, | — YNCNO «UCHESHYBLUNXY
TAKCOHOB Ha TOM }Ke «rpaJueHTe», a — cpeaHee
YMCNO TAKCOHOB A/151 BCEX COCTOAHUMN, N — YUC/IO0
04HOBPEMEHHO CpaBHMBaeMbIx cocTosiHUM (0 <
8. <1).

B coBpemeHHOW 3KOM0rMM MOAENU PAHTo-
BbIX pacnpeaeneHui ABNAITCA TPAANLMOHHbBIM
MHCTPYMEHTOM WCCNEA0BaHMA CTPYKTYypbl CO-
obuwects (/leeny, 1978, 1980, 2007; bynrakos,
Neswny, 2005; MysadeHko, 2009; 2013; 2016;
Hutchinson, 1957; Margalef, 1957; Tokeshi,
1993; Hubbell, 1997; Marquet, 2000, 2005;
Magurran, 2004; McGill et al., 2007 1 mH. gp.).
Hanbonee obuiee Teopetmyeckoe o060cHOBaHUE
pPaHroBbIX pacnpeaeneHnii gaHo A. . Jlesnyem
Kak cneactsMe NMPUMEHEHUA 3KCTPEMAIbHOTO
NPUHUMNA K CUCTEMAM, peanus3auma KOTopbIX
OrpaHMYeHa HEeKOTOPbIMU LUMPOKO TPAKTYEMbI-
MW MEePEeMEHHbIMU — «pecypcamm cpeabl» (/le-
BuY, 1978; bynrakos, J/lesuy, 2005).

B Hawem nccnenoBaHMM ynopaaoUYeHHbie no
ybbIBaHMIO pacnpeneneHns 4actoT BCTpeyae-
MOCTU MECTOHAXOMAEHUN C Pa3HbIMU TaKCO-
HaMW ONA TPeX PacCMaTPMBAEMbIX COCTOAHUMN
$ayHUCTUYECKOro KOMMIeKca CPaBHUBAUCL C
TPemMs TUMaMu MOZE/IbHbIX PAHIoOBbIX pacnpe-
aeneHnin. OTHOCUTENbHO NPOCTbie MoAEeNN ac-
counmpytotca ¢ runepbonnyeckum pacnpege-
neHvem Mmb6¢Ca (MM reomeTpUYECKy0 MOAe/b
MoTomypbl), M3BECTHOTO M3 CTAaTUCTUYECKOM
MexaHWKK (panee obosHavaeTcs abbpesuaty-
poi G):

p(r) = exp(A+6-r),

rae p(r) — vacTtoTa BCTPEYAEMOCTM MECTOHa-
XOXAEHWUM BMAA C PAHTOM r (MeCTOHaXoXAeHUs
C Hanbosnee 4acTo BCTPEYAEMbIM BUAOM UMEET
paHr 1), A u 8 — napameTpbl moaenu.

MapameTp B xapakTepusyeT cTeneHb Bbl-
paBHEHHOCTM pacnpegeneHusa. B atot mogenm
npeanonaraeTcs AMHENHbIN BUA, PYHKLNU YyB-
CTBUTE/NIbHOCTU BUAA K BapbMPOBAHUIO pecyp-
COB.

Pacnpeaenenua Unnda (Z) n Unnda — Man-
nenbbpoTa MmetoT creayownii BUA;:

(Z2) p(r) = exp(A + 8 - In(r)) n (ZM) p(r) = exp(A
+ 8- In(r+ d)) (d — pononHUTENbHbIM NapameTp,
npeanoxeHHbin b. MaHaensbpotom (1954)).

MNocnegHue ABa pacnpegeneHua XapakTe-
PU3YIOT CUCTEMbI, B KOTOPbIX YYBCTBUTE/NIbHOCTb
BWOOB K BapbMPOBaHUIO pecypca NoavYnHAeTCA
norapuomuyeckor 3asucumoctu. K mopenu
ZM pacnpegeneHunsa o4eHb 6113Ka Mo CMbICAY U
pe3ynbTaTam NpMMeEHeHUA MoAeNb Pa3nomMaH-
Horo ctepxHa Mak-ApTypa, B KOTOPOM «BUAY —

«pecypc» noayMHSAeTcs ABOMHOM norapndmm-
yecko 3asucumoctu (~ In(In(r))).

B pamKax pelaemon 34ecb 3a4auynm Bbl-
6op mexay ZM pacnpeaeneHMem U MOAENbIO
«Pa3/IOMaHHOro CTEPXKHA» Ha OCHOBE CTaTu-
CTUYECKUX KpuTepues bbin 3aTpyaHeH B 60/1b-
LWMHCTBE C/y4YaeB, Korga oba pacnpeaeneHua
YAOBNETBOPUTENIbHO ONMUCLIBAN HabatoaeHUS.
Mo3Tomy Mbl OCTaHOBUAKM CBOM BblbOp Ha 60-
nee npocton ZM moaenu.

0. I. My3ayeHko (2016) npeanoxun moam-
dUKaLMKM PacCMOTPEHHbIX Moaenemn, AonycTus,
YTO NPOAOMKUTENBHOCTb CYLLLECTBOBAHUA BMAA
B coobuwecTBe MOXKeT 6biTb NPOonopuMoHab-
Ha (c pa3HbIM 3HaKOM) ero paHry. Mbl npeg-
BapUTE/IbHO PACCMOTPENIN COOTBETCTBYOLLNE
moanduKkaumm G, Z n ZM pacnpeneneHui u
BbIACHW/IM, YTO YacTo moauduKauma ZM pac-
npeaenenus (ZM_: p(r) = exp(A + In(r + d) - (c
+ 68 - In(r + d))) maBana Hannyywmnin pesynbrat
annpokcumauuun. ZM_ pacnpegeneHue He co-
OTBETCTBYET MOAENM PaBHOBECUS, a OTpaXKaeT
CTaLMOHApPHOE COCTOsIHME coobLLecTBa, Koraa
«HanpaBNeHHble» U3MEHEHUA B HEM MPOUCXO-
AAT OCTAaTOYHO MeAIEHHO, He KaTacTpopUYHO,
T. €. CKOPOCTU 3TUX U3MEHEHUWN HE CU/IbHO OT-
nnyatotea ot 0.

Ona  cTratucTuyeckonm 06paboTKM  AaH-
HbIX MCMONb30Ba/IM MPOrPaMMHbIE MPOAYKTbI
STATISTICA v. 8.0 (StatSoft, Tulsa, OK, USA) u
PAST v. 3.12 (Hammer et al., 2001).

Pe3ynbTatbl

Bpemsa M ANUTENbHOCTb NepecTPomKu pe-
rMOHaNbHbIX (PAYHUCTUUECKMX KOMNIEKCOB
Ha py6exe naeicToLeHa U roioueHa

ONNTeNnbHOCTb BPEMEHHOTO WMHTEepBana, B
TeYeHuMe KOToporo npoucxoamn nepexon day-
HUCTUYECKMX KOMM/IEKCOB M/IEKOMUTAIOLWMX OT
COCTOAHMA, XapaKTepHOro A1a No3gHero naemn-
CTOLLEHA, K COCTOSIHUIO, pPeann3oBaHHOMY B
nepBoi NONOBUHE roNoLeHa, onpeaensanach Ha
rpapuKkax U3mMeHeHUM UHBAPUAHTOB (Koopau-
HaT mogenun) BC1 naum BC2. [ns 60nbLIMHCTBA
PErnoHasibHbIX KOMM/IEKCOB TOJIbKO KOOPAMHa-
Ta BC1, KOoTOpan coaep*KUT OCHOBHYIO UHGOP-
Mmauuto 06 ynopagodeHHOM U3MEHEHUM YaCcTOT
BCTPEYAEMOCTM MECTOHAXOXKAEHUM C Pa3HbIMM
BMAAMMU, AEMOHCTPUPOBA/IA YePTbl AUHAMMUKM,
NO3BONAIOLLME pPacCMaTPMBaTb BeCb NpoLlecc
Kak nociefoBaTe/ibHOe BO BpPeMeHW WU3Me-
HEeHMe «COoCTosAHMA» coobuiecTea (Tabn. 2). B
OONbLINHCTBE C/ly4aEB 3TU U3MEHEHUA YETKO
accoUMMpPOBANIUCL C NapannenbHbiIM U3MeEHe-
HUEM KIMMaTUYECKOM 0BCTaHOBKM U AMHAMMU-
KOM BMAOBOro 6boraTtcTaa.
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Tabnvua 2. OueHKa BpeMeHu (cpeaHss, BpemMs Hayana M 3aBepLUeHUs NpoLecca, TbiC. IET Ha3az) U3-
MEHEHWIN COCTOAHMA PerMoHasnbHbiX GayH B KOHLE MNO34Hero niaencroleHa — ronoueHe EBponbl oTHOCK-
TenbHo nepsoit (BC1) n BTopoii (BC2) koopanHat moaenu; KoapdbuumeHTbl Koppenauum CnnpmeHa n nx
CTAaTUCTMYECKanA 3HAYMMOCTb (p) C KAMMaTMYecKol nepemeHHomn 620 (%o) 1 BMAOBbIM 6oratcteom (SPN)

Table 2. Meantime, start and end time of the transformation (Kyr. BP) in a European regional faunal
assemblage’ state between the End of the Late Pleistocene and the first part of the Holocene, which
reproduced in BC1 and BC2 axes of non-metric multidimensional scaling model; Spearman correlation
coefficient with its statistical significance (p) for the climate variable §'0 (%.) or species richness (SPN)
and BC1/ BC2 axis is presented

BC1 BC2
PernoH BC1 BC2
610, p SPN, p 60, p SPN, p
ATE 7.6, 8.7-6.6 - 0.53,<0.01 -0.69,<0.01 -0.78,<0.01 He pgocTOB.
13.4, 15.8- 13.3, 14.7-
BORS 11.0 119 0.74,<0.01 0.81,<0.01 0.45,<0.05 He pgocTOB.
CEURN 12'3'01;'7_ - 0.74,<0.01 -0.81,<0.01 He mOCTOB. He AOCTOB.
CEURS 13'(1'015'8_ - 0.88,<0.01 -0.60,<0.01 HepoctoB. 0.55,<0.01
EEURMU 16'(‘1'5188'0_ - 0.81,<0.01 He gocToB.  He goctos.  0.62, <0.01
14.8, 15.8—
EEURSU - 4 2'3 ; 8 He gocTtoB. He goctoB. -0.84,<0.01 0.55,<0.01
MDAP - 8.3, 9.4-7.2 0.47,<0.05 -0.51,<0.01 -0.65,<0.01 He pocTOB.
_ ? —
MDBLK 123,12.8 8.0(?),87 0.85,<0.05 He OOCTOB. He JOCTOB.  He JO0CTOB.
11.9 7.4
MDIB 11'11’0121'9_ - 0.77,<0.01 -0.92,<0.01 -0.44,<0.05 He OOCTOB.
PNTCA 11'91'113'8_ - 0.38,<0.04 -0.62,<0.05 He pgoctos. 0.48,<0.05
WEUR 11'6é 23'7_ 3'2'01;'7- 0.78,<0.01 -0.87,<0.01 -0.86,<0.01 0.52,<0.01

MpumeyaHue. «—» — U3MEHEHMUA CTPYKTYPbl KOMMNAEKCa Mexay I'IJ'IGVICTOLI,GHOM M rosoueHoOM He

BbIPaXKEHbI.

MOXHO BblAENUTb TPM BapuaHTa U3MeEHe-
HWUIA COCTOAAHMA KOMIMJIEKCOB, XapaKTepusyto-
LWKWX pa3Hble perMoHanbHble KomnaeKcbl. Jna
NepBOro BapmMaHTa XapaKTEPEH OYEHb PE3KMM
OTHOCUTENbHO oOcer abcumuccbl M opaMHATHI
Anarpammeol Jlamepes, NoYTU CKaYKoobpasHbIi
B MacliTabe LWKaNbl BpEMEHWN Nepexos Mexay
ABYMSA COCTOAHMAMM NNENUCTOLLEHA U FONIOLEHA
(puc. 2A, 26, 2B). B 3Ty rpynny BXoAAT pervoHbl
PNTCA, CEURN, MDBLK, ATE 1 BORS.

Ha rpadmkax BugHo, 4to coctoaHmne dayHum-
CTUYECKMX KOMMNEKCOB B nJelcToueHe bbino
OTHOCUTENbHO CTabunbHO. AMNANTYAA Koneba-
HMI 3HauYeHu BC1 B rosioueHe Bbille, YTO, OA-
HAKO, MOXeT 6bITb M apTedaKTOM YKOpOUYeHUA
Liara Halwewn BpeMeHHOM LLKaAbl.

Bo Bpema «nepexoga» npoucxoguTt noteps
YCTOMYMBOCTU KOMMNEKCA, YTO XOPOLWO OTpa-
EHO Ha rpadmKax. B uenom Takom tmn rpa-

dVKa BHELHe, @ BO3SMOXHO, U COAEepPKATENbHO
cooTBeTCTBYyeT cxeme $pa3oBOro nepexosa nep-
BOro poga. JnuTenbHOCTb Nepuoga HeycToi-
YMBOCTU BapbMpPYET B pa3HbIX pernmoHax ot 4.8
TbiC. neT go ~ 1 Tbic. net (cm. Tabn. 2). MNepexos
MOT 3aBepwunTbca A0 GOPMANbHOM TFpPaHULLbI
nnencroueHa u ronoueHa (MDBLK) nau nocne
Hee. B pernoHe ATE nepecTtpoiika KOMNAeK-
Ca Ha4vanacb ¢ bonblon 3aaepKKon, B bope-
a/NbHOM NOACTaANM rO/IOLEHA, a 3aBepLUMIACh
TONIbKO B CpeAHeMm ronoueHe (atnaHTuMyecKas
noactagua). OTMETUM, YTO BPeMs OKOHYaHMA
3aBepLeHma NOCTNAENCTOLEHOBOM TpaHChOp-
Maunmn dayHbl B ronoueHe ans eBPOMNeMCKUX
3KOCKUCTEM OY€eHb YC/IOBHO. HaunHas c no3aHe-
ro HeonuTa ApaBepom 3BOAOLMN, 0COBEHHO
3anagHoeBpPONENCKON dayHbl, BbICTynana aes-
TEeNIbHOCTb YesioBeKa, NpeaoTBpalLatowan ao-
CTUXKEeHWMe PaBHOBECHOTO COCTOAHWUA Ha YPOBHE
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Puc. 2. Anarpamma Jlamepes nepson KoopanHaTtel BC1 1 paHrosbie pacnpeneneHnsa BCTPE4aeMocTm me-
CTOHAXOXAEHMMN, COOTBETCTBYHOLLMX Pa3HbIM COCTOAHMAM PETMOHANbHOTO GayHMUCTMUYECKOTO KOMNMEKCA. A,
[—pernoH PNTCA, b, 1 — pernoH CEURN, B, E — pervoH MDBLK. Pa3Hbim LLBETOM BblAeNeHbl TOYKM, COOTBET-
CTBYIOLLME TPEM COCTOAHMAM KOMMAEKCA: CUHUIM — «MIEUCTOLLEH», KPACHbIM — NepPexoaHbli, 3e/1eHblii — «ro-
noueH». Undpbl Ha rpadmkax 0603HauatoT BO3pacT B ThiC. €T

Fig. 2. Lamerey diagram of BC1 coordinate and rank distributions for three states of a regional faunal
assemblage. A, I —region PNTCA, b, [, — region CEURN, B, E — region MDBLK. The points corresponding to the
three states of the assemblage are highlighted in different colors: blue — "Pleistocene", red — "transitional",

green — "Holocene".The numbers on the graphs indicate the age in thousand years
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pernoHaNbHbIX KOMM/IEKCOB.

[pyron BapnaHT AMHAMUKM XapaKTepusyeT-
CA NOCTENEHHbIMU N3MEHEHMAMM B Hanpasne-
HWUM OT COCTOAHMUA NJENCTOLEHA K COCTOAHUIO
ronoueHa (puc. 3A, 36, 3B). Mpwn aTom OTHOCHK-
TeNIbHO YCTOMYMBbIE HAYa/ibHOE U KOHEeYHoe
COCTOAHUA KOMMJIEKCa MHOraa TpPyaHO noana-
OTCA BblaeneHuto Ha rpadpuke. Permon EERMU
(puc. 3A) 3aHMMaAeT nNpPOMEXKyTo4HOe Mono-
XeHune mexay permoHamu ¢ nepsBbiM-BTOPbIM
BapMaHTaMM ANHAMUKM PayHUCTUUYECKMX KOM-
nnekcos. Kpome pernoHa EERMU, B nocnea-
HIOO rpynny BxogAT pervoHsl MDIB, WEUR un
CEURS. nautenbHOCTb Nepexoaa BapbupyeT oT
4.3 tbic. net (WEUR) go ~ 1.7 tbic. net (MDIB).
Mepwopa, ocHOBHbIX NPeobpa3oBaHUIA B OCHOB-
HOM nornajaeT Ha UHTepBan ot 13.7 TeIC. neT oo
10.2 TbiC. NET, T. €. OT NepPBOro NJAeNCcToLEeHOBO-
ro MHTepPCTaZmnanbHOro notenaeHna bennunHra
—annepesga Ao Havana bopeanbHoM noacTtagmm
ronoueHa. Nepectpoiika KoMmnaekca cpeaHero
Ypana (EEURMU) npousowna npumepHo Ha 2
TbIC. NIeT paHblue, B No3gHenegHUKoBbe (CM.
Tabn. 2).

Komnnekcbl mnekonutatowmx AneHHUH-
ckoro nonyoctpoBa (MDAP) un KOxHoro Ypana
(EEURSU) cocTtaBnAwT TpeTbio rpynny, B Ko-
TOPOM Mbl He 0O6HapyXWUIM NPU3HAKOB nepe-
CTPOMKM KOMIMJIEKCA HA TPaHMLE NAenCToLeHa
M ronoueHa no KoopamHate BC1 (puc. 4A, 46,
CcM. Tabn. 2). 3To O3Ha4yaeT, YTO Te U3MEeHe-
HUA, KOTOpble eCTeCTBEHHO NPOUCXOAUAN B
3TO Bpemsa (BbIMUpPAHME, MUTPALIUKN U T.N.), HE
CYLLeCTBEHHO MOBAMANM HA NapameTpbl CTPYK-
Typbl. BTopasa KoopguHata moaenen BC2 oT-
parkaeT 3TM U3MeHeHuA (cm. Tabn. 2), KoTopble
Ha ANeHHWHCKOM NONYOCTPOBE MPOMU3OLW/IN B
nepBoM NOSIOBMHE FONIOLEHA, a HA Ypane — ro-
pa3ao paHblle, B No3aHeneaHunKosbe. MNMpuuem
B 060MX Cnyyaax BegylwMm BHEWHUM QaKTo-
poM 6blIN U3MEHEHUA KAMMATA, O YeM CBUAE-
TeNbCTBYIOT KOabdPuumeHTbl Koppenaumm BC2 c
580.

N3 paHHbIX, NpuBeAeHHbIX B Tabn. 2, cne-
AYeT, YTO M3MeHeHuA rnobanbHOro KaMmata
BbICTYMa/M B KayecTBe OCHOBHOroO Apansepa
3BONIKOUMM CTPYKTYPbl PErnMoHanbHbix ¢ayH. B
OCHOBHOM K/IMMATUYeCKMA GaKTOp BAMAN Ha
KonebaHma Buaosoro boratcTBa ¢ayH (nepe-
MmeHHasa NSP). KoopanHata BC2 cogeput ao-
NOJIHUTENIbHYIO HE3aBUCMMYIO MHPOPMALMIO O
BIMAHUN KAMMATA Ha BCTPeYaeMoCTb OTAe/Nb-
HbIX BUAOB MW OCHOBHOM KAMMATUYECKN 0bY-
CNOBJIEHHbIN TPEHA, KaK B C/ly4ae C perMoHamm
MDAP n EEURSU.

O6wue 3aKOHOMEPHOCTU U Bapuabenb-
HOCTb NapameTpoB 6MONOrMYECcKOro pasHoo-

6pa3una perMoHaNnbHbIX GayHUCTUHECKMX KOM-
NJEKCOB M/NIEKONUTAOWMX Ha pybexke nneu-
CTOL,EeHa U ronoueHa

MapameTpbl Buonornyeckoro pasHoobpa-
31A (Tabn. 3) AEMOHCTPUPYIOT CYLLECTBEHHYIO
M3MEHYMBOCTb B Pa3HbIX PErMOHax U ANA pas-
HbIX COCTOAHMN PayHUCTUYECKMX KOMMIEKCOB.
Ha stom ¢poHe obuwue ana 60abLINHCTBA KOM-
NNIEKCOB 3aKOHOMEPHOCTU UX U3MEHYMUBOCTM
3aK/04YatoTca B caeayowem: 1) oTHocUTeNbHO
pe3Koe CHUXKeHWe BUAO0BOro boratctea mexay
COCTOSIHMEM KOMIMJIEKCOB A0 nepexoga (nnemn-
CTOLLEH) U NepexoaHbIM COCToAHMEM (puc. 5A),
KOTOpOE B LLE/IOM KOPPENUPYeT C SHTPONUEN
(H) (pwuc. 5B); 2) ans coctofHUA «ronoueH» 60-
lee XapaKTepeH BbICOKMN UHAEKC AOMUHUPO-
BAHWA NO CPAaBHEHMIO C COCTOSHUEM «NIENCTO-
ueH» (puc. 5I); 3) HabaogaeTca YETKUIN TPeHA,
CHUXXEeHUA opraHM3oBaHHOCTK (R) OT cocToAHMA
«NNENCTOLEH» K COCTOAHMUIO «Tro/soueH» (puc.
5B). Takum 06pa3om, OCHOBHblE M3MEHEHUSN
B CTPYKType $ayHUCTUYECKUX KOMMIEKCOB Ha
rPaHuLLE NAENCTOLEHA U FONIOLLEHA OTPaXKEHbI B
CHUXeHUN BUaoBoro boratcrtea/pasHoobpasus
PernoHanbHbIX payH U Mepbl OpraHU3auum.

He BO Bcex pernoHanbHbIX KOMMJIEKCax B
NMOZIHOM Mepe NPOABASAIOTCA ONUCAHHbIe Bbllle
BPEMEHHbIE TPeHAbl NapameTpoB pa3Hoobpa-
3mA. Buposoe 6oratctBo pervoHa BORS B ro-
NlougeHe ctano B 4 pasa Bbllle, YeM B NJENCTO-
LueHe. YBennyeHue pasHoobpasns Komniek-
Ca COMpPOBOXAANOCb POCTOM NapameTpa R u
CHUKeHuem napameTpa D (tabn. 3). Bugosoe
60raTCcTBO HOXKHO-YPa/IbCKOrO PErMoHa B niaem-
cTougeHe 6bl10 He Bbile TAaKOBOrO B PaHHEM U
CpeAHeM ro/sioueHe, HO Npu 3TOM Mepa opra-
HW30BaHHOCTU U MHAEKC AOMUHUPOBAHUA B ro-
nougeHe bbln cyLecTBEHHO HUMKe. MapameTpbl
pa3Hoobpa3na cpeaHeypanbCKOro KoMMaeKca
(EEURMU) cnabo otanyatotca ANs COCTOAHUM
«nnencToueH» n «ronoueH». Camoe BbiCOKOE
3HayeHMe R oTmeyeHO anAa Komnnekca ATE B
rofioyeHe npu o4vyeHb HU3KOM 3HAYEHUU 3IH-
TPONWUU, HU3KOM BUAOBOM HOraTcTBe U BbICO-
KOM 3Ha4YeHUN UHAEKCA AOMUHUPOBAHMA (CM.
Tabn. 3).

NHpekc «obopoTa BMAOOB» OTPAXKAET CKO-
POCTb WM3MEHEHMA KayecTBEHHOro COCTaBa
bayHMCTUYECKNX KOMMIEKCOB MEXKAY COCTOSA-
HUAMM KMAEUCTOLEH» — NEePexos, — Kro/IOLEH»
(tabn. 4, puc. 6). B cpeaHem M3mMeHeHUA B CO-
CTaBe KOMM/EKCOB OblIN HECKONIbKO 60o/blue
Npu UX Nepexoae B COCTOSAHUE «TOJIOLEHY», YEM
MEMKAY COCTOSSHMEM «NNENCTOLEH» U nepe-
XOAHbIM COCTOsIHMEM. Ha ypoBHe MeaMaHHbIX
3HAYEHWUM UHAEKCA 3TN PA3INYUA He BbIrAaaaT
CYLLECTBEHHbIMMU.
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Puc. 3. Anarpamma Jlamepes nepson KoopanHatel BC1 u paHrosbie pacnpeneneHnsa BCTPe4aemMocTm me-
CTOHAXOXAEHWIN, COOTBETCTBYIOLLMX PA3HbIM COCTOAHUAM PErMOHaNbHOro GayHUCTUYECKOrO KOMMAEKca. A,
I — pernoH EEURMU, b, [, — pernoH MDIP, B, E — pernoH WEUR. Pa3sHbim LBETOM BblAe/1€Hbl TOYKU, COOTBET-
CTBYIOLLME TPEM COCTOAHUAM KOMMIEKCA: CUHUI — «MIEUCTOLLEHY», KPACHbI — MePexoaHbIi, 3e/1eHbl — «ro-

nougeH». Undpol Ha rpadurKax 0603HauatoT BO3PacCT B ThiC. /IeT

Fig. 3. Lamerey diagram of BC1 coordinate and rank distributions for three states of a regional faunal
assemblage. A, I — region EEURMU, b, [1 — region MDIP, B, E — region WEUR. The points corresponding to the
three states of the assemblage are highlighted in different colors: blue — "Pleistocene", red — "transitional",
green — "Holocene". The numbers on the graphs indicate the age in thousand years
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Puc. 4. Anarpamma Nlamepes nepsoi koopauHatel BC1 1 paHrosble pacnpeaeneHuns BCTpedaeMocT me-
CTOHAXOXAEHWNI, COOTBETCTBYHOLMX PAa3HbIM COCTOAHUAM PErMOHAIbHOIO GayHUCTUYECKOro KOMMIeKca. A,
B — pernoH MDAP, b, I — pernoH EEURSU. Pa3Hbim LiBETOM BblAe/IeHbl TOYKKU, COOTBETCTBYIOLLME TPEM CO-
CTOAHMAM KOMMJIEKCA: CUHUIN — KNNEMACTOLEH», KPACHbIM — NepexoaHbli, 3eneHbl — «ronoueH». Lindpbl Ha
rpadmkax o603HayatoT BO3pacT B TbiC. IeT

Fig. 4. Lamerey diagram of BC1 coordinate and rank distributions for three states of a regional faunal
assemblage. A, B —region MDAP, b, I — region EEURSU. The points corresponding to the three states of
the assemblage are highlighted in different colors: blue — "Pleistocene", red — "transitional", green —
"Holocene". The numbers on the graphs indicate the age in thousand years

He BO BCex pernMoHanbHbIX KOMMNAEKCax B
NOJIHOM Mepe NPOABAAKTCA ONMUCAHHbIE Bbile
BPEMEHHble TpeHAbl NapamMeTpoB pa3Hoobpa-
3uA. Bugosoe 6oratctBo pervoHa BORS B ro-
NnoueHe cTano B 4 pasa Bbilwe, YemM B NIEUCTO-
ueHe. YBennyeHue pasHoOobpasMA KOMMek-
Ca COMpOBOXAANOCb POCTOM napameTtpa R u
CHUXXeHnem napametpa D (1abn. 3). Bugosoe
60raTcTBO t0XKHO-YPaNIbCKOTO pPerMoHa B naem-
cToueHe 6bl/10 He Bbllwe TaKOBOTO B PAaHHEM U
cpeAHeMm rosoueHe, HO NpyM 3TOM Mepa opra-

HM30BaHHOCTU U MHAEKC AOMUHUPOBAHUA B FO-
NloueHe 6bln CYLLLECTBEHHO HUMKeE. MNapameTpbl
pa3Hoobpa3ua cpeaHeypanbCKOro KommnaeKkca
(EEURMU) cnabo otnyatotca ANs COCTOAHUM
«nnencToueH» n «ronoueH». Camoe BbICOKOE
3HayeHMe R oTmeyeHO anAa Komnnekca ATE B
rosoueHe npu O4YeHb HU3KOM 3HAYEHWUU 3IH-
TPONWUU, HU3KOM BMAOBOM HOraTcTBe U BbICO-
KOM 3HaYeHUN UHAEKCA AOMUHUPOBAHMA (CM.
Tabn. 3).

NHaekc «obopoTa BMAOOB» OTPAXKAET CKO-
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Tabnuua 3. MapameTpbl pazHoobpa3ma perMoHaabHbIX KOMMIEKCOB MaeKonuTatowmx: NSP — Buaosoe
6oraTcTBo, H — aHTponus (nit), D — MHAEKC AOMUHUPOBAHMA, R — M36bITOYHOCTb/OPraHN30BaHHOCTb

Table 3. Diversity parameters of regional mammalian assemblages: NSP — species richness, H — entropy
(nit), D — dominance index, R — redundancy/organization

CocToaHMe KomnaeKca

PervoH «MNNeNCcToLEH» nepexoaHoe «roNoLeH»
NSPH D R NSP H D R NSP H D R
ATE 89 3.86 0.028 0.14 32 290 0.058 0.16 15 1.94 0.17 0.29
BORS 9 2.08 0.141 0.05 19 261 0.10 0.13 36 3.00 0.058 0.16
CEURN 99 3.71 0.036 0.19 75 3.87 0.020 0.12 25 2.87 0.04 0.11
CEURS 98 3.82 0.032 0.17 85 3.88 0.024 0.13 54 3.42 0.036 0.14
EEURMU 57 3.53 0.035 0.08 36 3.79 0.035 0.09 63 3.76 0.025 0.10
EEURSU 66 3.75 0.026 0.11 31 2.99 0.013 0.13 68 3.87 0.019 0.08
MDAP 65 3.44 0.042 0.18 28 2.98 0.033 0.11 41 3.17 0.05 0.15
MDBLK 70 3.44 0.043 0.19 34 3.03 0.039 0.14 35 3.16 0.032 0.11
MDIB 70 3.59 0.036 0.15 28 2.83 0.056 0.15 35 3.29 0.031 0.07
PNTCA 66 3.72 0.029 0.11 27 3.00 0.024 0.09 18 2.66 0.081 0.08
WEUR 112 3.86 0.031 0.18 107 3.88 0.029 0.17 70 3.62 0.041 0.15

pPOCTb W3MEHEHWA KayeCTBEHHOro COCTaBa
bayHMUCTUYECKNX KOMMIEKCOB MEXKAY COCTOA-
HUAMM KNNEUACTOLLEH» — Mepexos — «roN0oLEeH»
(tabn. 4, puc. 6). B cpeagHem nameHeHus B co-
CTaBe KOMMIEKCOB OblIN HECKOMbKO bosblue
NP1 UX Nepexoae B COCTOAHUE «TOJIOLEHY», YEM
MeXKAY COCTOAHMEM «MNNENCTOLEH» U nepe-
XOAHbIM COCTOAHMEM. Ha ypoBHE MeAnaHHbIX
3HAYeHMMN UHAEKCA 3TN PA3IMYUA He BbIrAaAT
CYyLLECTBEHHbIMMU.

BuaoBoli cocTaB permoHasbHbIxX GayH Ha py-
6eXke NienCcToueHa U ronoueHa U3MeHUCA B
cpegHeM Ha ~ 68 %. Mpw cpaBHEHUM COCTOAHWI
KOMMJ/IEKCOB B «MNEMACTOLEHE» U KTONOLEHEe»
6e3 yyeTa nepexogHOro nepmoaa ata BenYum-
Ha Cyw.ecTBeHHO meHble, ~ 47 %. OTHoCcUTeNb-
HO cnabble M3MEeHeHMA cocTaBa npeTepnenu
Komnnekcbl EEURMU, EEURSU, WEUR, MDAP
(6,: 0.233— 0.358), a Hanbonee paanKasbHble
— Komnniekcbl PNTCA, BORS u ATE (6.: 0.690—
0.733) (cm. Tabn. 4).

AbcontoTHoe 3HayeHue napametpa B pah-
FOBbIX CHWU}KAEeTCA B pALY COCTOAHUW «nneu-
CTOUEH» — nepexoa — «ronoueH» (puc. 7A). B
LeNom 3Ta TeHAEeHUMA U3MeHeHu Gopmbl
PaHroBbIX pacnpeaeneHui XopoLo COOTHOCUT-
CA C TPEHAOM CHUMKEHWA OPraHWU30BaHHOCTU

CTPYKTYpPbl GAyHUCTUYECKUX KOMMJIEKCOB U C
nageHnem BngoBoro 6oraTcTsa.

Ha pucyHkax 2I-2E, 3[-3E, 4B u 4l npeg-
CTaB/ieHbl TPadUKM IMNUPUYECKMX PAHTOBbIX
pacnpegeneHuin (Toukm) n Mx Hauaydwue an-
npokcumauum (tabn. 5) moaenbHbIMKU pPaHro-
BbIMW pacnpeseneHnamMn (MMHUK) g pasHbix
COCTOAHUIM PaYHUCTUYECKUX KOMMNNEKCOB. Yem
6onblle pas3nnumMa B reomeTpum pacnpegene-
HWI, TEM YeT4e BblpaKeHbl Pa3/INYmA U B CTPYK-
Type CaMux KOMMJ/IEKCOB Ha PAaCCMATPMBAEMbIX
3Tanax Ux 3BOJIOLMMN.

BennumHa napametpa 8 3aBMCMT OT TUNa
PaHroOBOro pacnpeneneHna, xoTa AAs OJHo-
ro WU TOro e BapuaHTa pacnpeseneHua mo-
YKeT BapbMpOBaTb B LUMPOKUX npegenax (cm.
puc. 76). Pacnpegenenua tuna ZM wnnu ZMst
Yallle BCEro XapakTepusyloT dayHUCTUYECKue
KOMMM/IEKCbl B COCTOAHUM «NAEUCTOLEH» (CcMm.
Tabn. 5). WckntoyeHne coctaBuaM CeBEpPHbIN
Komnsiekc BORS 1 gBa ypaabCKUX KOMMNAEKca —
EEURSU, EEURSU. NapameTp 8 ans pacnpese-
neHnnt Tuna ZM BapbupoBsan ot -2.25 (PNTCA)
n0 -0.355 (MDAP). B nepBom c/iy4ae paHrosoe
pacnpegeneHue nonoro (cm. puc. 2r), 6e3 Bbl-
paXKeHHOro AOMMHWPOBAHMA MeECTOHaxoXe-
HWIA C Hanbonee pacnpPoCTPaHEHHbIMM BUSAMM
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Puc. 5. MeamnaHa (1) n mexKKBapTUAbHbIA MHTepBan (25—75 %) napameTpoB 6MoN0rMYeckoro pasHoobpasus

pa3HbIX COCTOAHWI pernmoHasibHbIX KOMMAEKCOB MaeKonuTatowmx (1 — «naelicToueH», 2 — nepexos, 3 — «ro-

noueH»). A — smuaosoe 6oratcteo (NSP), b — mepa opraHusaumu (R), B —aHTponua (H), I — nHAEKC AOMUHMK-
poBaHus (D)

Fig. 5. Median (1) and interquartile range (25%—75%) of the biodiversity parameters for the different states
of regional mammalian assemblages (1 — “Pleistocene”, 2 — transition, 1 — “Holocene”). A — species richness
(NSP), B —index of organization (R), B— entropy (H), - dominance index (D)

Tabnnua 4. MHaeKc «obopoTa BUAOB» MeXAY PasHbIMU COCTOSHUAMU PErMOHA/IbHbIX KOMMIEKCOB M/ie-
KOMUTaoLWMmX

Table 4. “Species turnover" index for different states of regional mammalian assemblages

CocTosiHMA KOMMNJIeKca

«MencToueH» —

PervioH «NNENCTOLEH» — nepexoaHoe — NeDEXOAHOE — «naencrTougH» —
nepexogHoe «FONOLLEeH» «F;on oﬁe . «roNoUeH»

ATE 0.488 0.447 0.882 0.712
BORS 0.643 0.418 0.961 0.733
CEURN 0.149 0.551 0.626 0.645
CEURS 0.169 0.352 0.506 0.408
EEURMU 0.290 0.313 0.558 0.233
EEURSU 0.381 0.394 0.691 0.239
MDAP 0.398 0.362 0.694 0.358
MDBLK 0.346 0.333 0.318 0.486
MDIB 0.429 0.302 0.688 0.390
PNTCA 0.419 0.778 ~1.0 0.690
WEUR 0.132 0.279 0.405 0.297
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Fig. 6. Median (1), the minimum and maximum values (min—-max) of the “species turnover” index (6))
between the states of regional mammalian assemblages (1 — “Pleistocene” — transition, 2 — transition —
“Holocene”, 3 — “Pleistocene”— transition—"Holocene”)

A B
B B
" -1 L

00 I —a25%-75% I —25%.75%
00

0.4} :
04

08 L
08 |

1.2k
1.2 F

A8k 16 F

20 | 20k

2.4 2.4

1."'nnefcToued” 2. nepexoq 3. “ronouex” G i ZM,, ZM

Puc. 7. MegmaHa (1) n mekBapTUbHbIN MHTepBan (25—75 %) napameTpa B paHroBbIX pacnpeaeneHunin ans
(A) Tpex cocToAHUI perMoHanbHbIX KOMMIEKCOB MAEKONMUTalLWMX (1 — «nnencToueH», 2 — nepexoq, 3 — «ro-
noueH») 1 (B) pasHbix TMNOB PaHroBbIX pacnpeaeneHuit (G, Z, ZM n ZM_)

Fig. 7. Median (1) and interquartile range (25-75 %) of B parameter of rank distributions (A) for the different

states of regional mammalian assemblages (1 — “Pleistocene”, 2 — transition, 3 — “Holocene”) and (B) for
different types of rank distribution models (G, Z, ZM, ZM )
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Tabnunua 5. Tun paHrosoro pacnpeaenexHus (DSTR) n ero napameTp 6, 4ons BOCNPOMU3BEAEHHOM AMcnep-
cum (r?)
Table 5. A type of rank distribution (DSTR) and its parameter 8, reproduced variance (r?)

CocTosiHMe Komnaekca

PervoH «NAencToLeH» nepexoaHoe «rONOUEH»
DSTR 8 r’ DSTR 8 r’ DSTR 6 r
ATE ZM  -192 0.975 ZMst -0.253 0.988 z -1.181 0.966
BORS VA -0.617 0.809 VA -0.810 0.981 G -0.110 0.986
CEURN /M -2.24 0.995 ZMst -0.152 0.968 VA -0.079 0.938
CEURS /M -1.43 0.988 ZMst -0.625 0.994 ZMst -0.646 0.986
EEURMU G -0.073 0.979 G -0.069 0.992 G -0.044 0.979
EEURSU G -0.046 0.976 VA -0.347 0.800 G -0.046 0.957
MDAP ZMst -0.355 0.996 G -0.073 0946 G -0.109 0.968
MDBLK ZMst  -1.23 0979 zZM -1.19 0978 G -0.065 0.938
MDIB ZMst -0.481 0.995 G -0.118 0.979 G -0.054 0.942
PNTCA /M -2.25 0.983 G -0.038 0.731 G -0.129 0.996
WEUR /M -1.71 0.972 ZMst -0.132 0.956 z -0.759 0.966

(kabanomnaHaa nowaap, canra, NepBOObLITHLIN
6130H, 6naropogHbIN ONieHb, E€BPOMNENCKUIA
ocen, CTenHan NecTpyLwKa u Ap.) U C KOPOTKMM
«XBOCTOMY» M3 BWAOB, OTMEYEHHbIX eAUHUYHO
(pocomaxa, xoms4oK IBepcmaHa u ap.). Coort-
BeTCcTBYlOWEee pacnpegeneHne MDAP umeer
s-obpasHyo dopmy (cm. puc. 4B) n xapakre-
pU3yeTcs OTHOCWUTE/IbHO YETKO BblPaxKEHHbIM
AOMWHMPOBAHNE HEMHOIMX BMAOB (bnaropos-
HbI 0/1IeHb, KabaH, NepBOObITHLIN BbIK, KOCYNA,
FOPHbLIN KO3€e/, 3aAL-pycak U Ap.) U KXBOCTOM»
3K30TUYECKUX N peaKUX AN permnoHa BUAoB
(y3KouepenHan nosieBKa, KPacHbIN BOMK M Ap.).
PaHrosble pacnpegenenua tmna G (cm. pwc.
4T) xapaKTepusyloTcAa NNABHbIM CHUMKEHUEM
4acToT BCTPEYAaEeMOCTN BUAOB U OTHOCUTENIbHO
KOPOTKMM «XBOCTOM» PeAKMX TaKCOHOB.

Ha nepexoaHom cTaanmn permoHaibHble KoM-
nnekcoel MDIB, MDAP, PNTC meHAOT TMN paH-
rosoro pacnpegeneHuna ¢ ZM Ha G. I3Ta cmeHa
OTparkaeT, BEepPOATHO, YNpPOLLEHNE CTPYKTYpbl
KOMM/IEKCOB M 3KO/IOrMYECKUX OTHOLIEHWNI BU-
[0B CO Cpeaown, CHUXeHue obuiel ycTonumBo-
cTn. B pernoHe EEURSU dpopmanbHO paHrosoe
pacnpegeneHne cOOTBETCTBYET mogenun Z. Ana
NepexoaHOro COCTOSIHUA Komnjekca (oueH-
Ka no aAuHamuke BC2) Bcero otmeueH 31 Bua,
npuyem eguHNYHO — 22 BNAQ, ABaXKAbl — 8 BU-
[0B W oAunH (cypok 6alibak) oTmeyeH Tpu pasa
(cm. puc. 4T). Takum obpasom, dpaKkTUYecKw,

YUUTbIBAA HU3KOe 3HayeHue r’ (cm. Tabn. 5),
3TO paHroBoe pacnpeaeneHne He MoXeT bbiTb
OMUCAHO HM OA4HOWM U3 PACCMOTPEHHbIX Moae-
Nel, a CoCTosiHME CUCTeMbl MHTepnpeTupyeTca
KaK CUIbHO HeCTaLMOoHapHoe.

Komnnekcbl CEURS, CEURN, ATE n WEUR ne-
pewan U3 «PpaBHOBECHOrO» COCTOAHMUE B «CTa-
LMOHApHOE», COMPOBOXAAIOLWLEECA CHUMKEHU-
eM abcontoTHbIX 3HaYeHMn B. Pacnpeaenerue
ANA  pernoHanbHoro kKomnnekca MDB dop-
MANIbHO COXPaHMIO TMN MOogenu paHrosoro ZM
C HebonbWKMM ymeHblleHMeM napameTtpa 6.
MN3meHeHNA KOCHYINCb TaKCOHOB NepBbIX PaH-
ros (ropHbiii Ko3esn, 61aropoaHbIA ONeHb, Ka-
6aH), YacToTa MECTOHAXOXKAEHUIN C KOTOPbIMMU
cywecTseHHo Bo3pocna (cm. puc. 2E).

Mepexon pervoHaNbHbIX KOMMNIEKCOB U3
COCTOAHUA «NNEUCTOLUEH» B COCTOAHUE «rO-
NIOUEH» BbIPA3nUACA B CMEHe AOMWUHMpPYLOLLe-
ro TMNa paHroBoro pacnpeaeneHus (cm. Tabn.
5). NpeobnagaHuun pacnpegeneHma tmna G ¢
napametpom 6 ot -0.129 go -0.044 B couveTa-
HUU CO CHUMXKEHUEeM Mepbl OPraHM30BaAHHOCTH
YyKa3biBaeT Ha YMpoLLeHWe CTPYKTypbl peruno-
HanbHbIXx Komnaekcos MDAP, MDIB, MDBLK,
PNTCA, HameTuBLUEECA elle Ha npeablayLien,
nepexogHon, cTaguu. [nA pernoHasbHbIX
komnnekcos ATE, CEURN n WEUR nameHeHune
CTauMoHapHOro BapuaHTta ZM pacnpegeneHua
Ha Z He NPUHUMMNNANBHO C TOYKU 3pEeHUA OTHO-
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WEHUN «BUA» — «PECYPCY», @ OTPAXKAET TO/IbKO
CHW}KeHWe BMAoBoro boraTtcTBa W/uam poct
MHAEKCA LOMUHMPOBAHMA U yBeauveHue ab-
CONIOTHbIX BE/IMYMHbBI NapameTpa B. Komnnekc
LeHTpanbHo-eBponelickoro permoHa CEURS He
M3MEHW CBOEW CTPYKTypbl MO NapameTpam
paHroBOro pacnpeaeneHums.

Bbiwe 6b11n NnpuBeaeHbl cBeaeHUA 06 name-
HEHWM BO BpEMEHM NapameTpoB pa3Hoobpasua
PEermoHaNbHbIX KOMMNJIEKCOB M/IEKOMUTAIOLLMX.
3TN e AaHHble NO3BOAAKT NPOBEPUTL TUMO-
Tesy O CyLLeCTBOBAHUM MNPOCTPAHCTBEHHOIO
naTTepHa UX U3ameH4YnBOCTU. lMNoTe3a npegno-
Naraert, YTo KaKaA-To 4YacTb AUCNEPCUN Napame-
TPOB pa3Hoobpasuna onpeaendeTca reorpadpu-
4YeCKMM NONOXKEHNEM PerMoHoB. A NpoBepKM
rMNoTesbl Mbl NPUMEHUAN METOZ FMABHbIX KOM-
NMOHEHT ANA CTAaHAAPTU30BAHHbIX NApPaMeTpPOB
6uonoruyeckoro pasHoobpasusa (H, D, R, 6, 6))
(puc. 8A). MpoeKkuma pernoHanbHbIX KOMMNAEK-
coB Ha PC1 n PC2 n ux knaccudmrauyma UPGMA
MEeTOA0M MO MePBbIM TPEM [MaBHbIM KOMMO-
HeHTaM (MeTpUKa — AUCTaHuMA IBKANAA) (puc.
8B) nokasana Hanuume Tpex reorpadpuyeckux
rpynn pernoHos (cm. puc. 1): 1) cpeansem-
Homopckan rpynna (MDIB, MDAP, MDBLK); 2)
3anaZHO-LLeHTPaIbHO-eBPOMNECKan rpynna
(WEUR, CEURN, CEURS); 3) ypanbcKas rpynna
(EEURMU, EEURSU). Tpu pervoHanbHbIX KOM-
nnekca (ATE, BORS u PNTCA) aemoHcTpupytoT
cBoeobpasve napameTpoB buonornyeckoro
pa3Hoobpa3ua, a UX U3MEHYMBOCTb OTparKaeT
KapAWHaNbHble NepecTPoMKM PermoHanbHbIX
dayH mnekonuTalowmx Ha pybexe naencroue-
Ha u rosioueHa (cm. Tabn. 3-5).

O6cyxpeHue

MoaennpoBaHne AMHAMMKM cocTaBa ¢payH
NO3BO/INNO YCTaHOBWUTb, YTO TpaHcdopmaumA
pPernMoHanbHbIX KOMMNAEKCOB MAEKONUTAOLLNX
EBponbl Ha rpaHuuLe niencToueHa M roaoue-
Ha NPOMUCXOAMNIA ACMHXPOHHO B PA3HbIX YACTAX
CyOKOHTMHEHTA B MHTEPBA/se NpUMepHo oT 18
[0 6.6 TbIC. NeT Haszag. MpoaoNKUTENbHOCTb
nepexoaHOoro CoCcToAaHUA payHUCTUYECKMUX KOM-
naeKkcos BapbupoBana ot ~1 Ao 5.6 Tbic. neT (B
cpeAHemM — 0Koso 3 TbiC. neT). Takum obpasom,
B KaXkAOM M3 PErMOHOB, rae 3ToT npouecc 6bin
OTYET/INBO BbIPAXKEH, PEYb MOXKET MaTn 06
O4YeHb KOPOTKMX BPEMEHHbIX WMHTepBanax. B
MmacwTabe NCTOPMM 3TUX KOMMJIEKCOB B NO3A4-
HeM nnercroueHe (HaumHas C KOHUA NATOM
MOPCKOM M30TOMHOW CTagMM U A0 KOHLA MaK-
cMmyma nocnegHero onegeHeHua, 74-16 Toic.
NeT Ha3aj) Bpema KayecTBEHHOro U3MeHeHUus
NX COCTaBa COCTABWU/IO B cpegHeM 0Kono 5 % ot
BPEMEHM CYLLECTBOBAHMUA.

dsontouma KoMnnekcoB ANeHHWHCKOro
nonyoctposa (MDAP) n KOxHoro Ypana npo-
ncxoauna 6e3 BbIpaXKEHHOro  NepPexoaHOro
nepuoga. B permoHe MDAP ocHoBHasa TpaHc-
dbopmaymaA, KOTOPYH MOXKHO PACcCCMATPMBATL B
KayecTBe aHanora NnepexoaHoro coctToaHua ¢a-
YHUCTUYECKMX KOMMJIEKCOB B APYrMX PErMOHaAX,
NPOM30LL/Ia PaHbLUE, B MAaKCMMYM NOC/IeAHErO
onegeHeHuns (cm. puc. 4A). Ha KOxHom Ypa-
ne GayHUCTUYECKUIA KOMMIEKC He npeTepnen
KaKMX-NMBO KayeCcTBEHHbIX NEPECTPOEK B KOH-
ue nosgHero naencroueHa. Ceoeobpasme 3so-
NOLUUM 3TUX KOMIMIEKCOB 00yCNI0BNEHO NpexKae
BCEro Mx reorpadumyeckum nosnoxxeHmem. Ha
apoatoumto Komnaekca MDAP BanAn «ocTpos-
HOM 3¢ddeKT», BblpasuBLUKNIACA B 0beaHEeHMM
dayHbl B MAaKCMMyM NoCNeaHero onefeHeHus
(Puzachenko, Markova, 2019) v orpaHMUYUBLLNIA
UMMUTPALLUIO B NO34HENEAHMKOBbE U PaHHEM
ronoueHe. Ocoboe NoJsOXKEHME HOXKHOYpPab-
cKkoro komnnekca (EEURSU) Ha rpaHuue eBpo-
NeNCcKNx n cnbupckux payH obecneynno stomy
pernoHy ponb pedyrmyma ans BMAOB C OYEHb
Pa3HbIMW 3KONIOTMYECKMMW HULWAMU. B KOHUe
naencToueHa ero coctas oboratnaca HekoTo-
PbIMM NPeACTaBUTENAMM a3NATCKOM dayHbl U
NECHbIMW BUAAMU (KONOHOK, BypyHAYK, 6enka
nT.Nn.).

N3meHeHUA robanbHOro KAMMaTa BbiCTyna-
/1 B KQYeCcTBe OCHOBHOrO ApaliBepa 3BOIOLMMU
CTPYKTYpPbl permoHanbHbIxX payH. CyecTBeHHO,
4YTO MOBbILLEHME TeMNepaTypbl B Lesom bbino
HebiaronpuATHO ANA NO34HENNeNCTOLEHOBbIX
KOMMNIEKCOB MJ/IEKOMUTAIOLMX, YTO OTPAXKEHO
B Pa3HbIX 3HaKax KosdpPuUMEHTOB Koppens-
unKn KoopanHaTbl BC1 c nepemeHHbiMn 8680 (+)
n NSP (-). NcknoueHnem ssnsaeTtca Hanbonee
ceBepHbIi pervoH (BORS), apean KoToporo va-
CTUYHO NepeKpbIBaNCA CKAaHAMHABCKUM nea-
HUKOM (cm. puc. 1). MosToMy ecTecTBEHHO, YTO
notenneHne 6biN0O 34ecb NPeanoCbIIKOM ANA
pocTa BMAOBOro pasHoobpasuA. B ocTanbHbIX
CNYYaAX Ha TEPPUTOPUM 3aNagHOMN, LEHTPasb-
HOM K BOCTOYHOW EBpONbI Nponcxoann pacnag,
AVNCrapMOHWUYHbBIX PErMOHaNbHbIX GayH, A4POM
KOTOPbIX BbICTYNaaAN XON040BbIHOCAMBbLIE W
KcepodunbHble BUAbl OTKPbITbIX MPOCTPAHCTB,
npexae BCero TPaBoAAHbIX M/IEKONUTAIOLLMX.

NHaekc «obopoTa BUAOBY» NMOKa3bIBAET CTe-
neHb 06HOBNEHUA cocTaBa dayH 3a CYeT ABYX
NpoLeccoB — BbIMUPAHUA UM UMMUTPALMUW.
CpaBHeHWe ronoLeHOBbIX U MAENACTOLEHOBbIX
COCTOAHMUM pPervoHanbHbIX KOMMJIEKCOB MOKa-
33710, YTO PErMOHbI KOXKHOTO 1 cpegHero Ypana,
a TaKXKe 3anagHoeBPONENCKUN PerMoH MoryT
paccmaTpmBaTbCA Kak pedyrnymbl naencroue-
HOBOM ¢dayHbI (6e3 yyeTa cOBPEMEHHOM aHTPO-
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Fig. 8. The relative position of regional mammalian assemblages. A — projection on the first principal
components (PC1, PC2); the projections of parameters of biological diversity are shown (H, D, R, 6, 6, ), b —
UPGMA tree based on three principal components (PC1, PC2, PC3); cophenetic correlation 0.95
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NoreHHoM TpaHchopMaLUM ITUX TEPPUTOPUIA).
B Hux «obopoT» BMAOB coCTaBua He bonee
30 %. B nogasnAatowem 4ymcne PermoHoB OT-
MeYeHO CHUXKeHWe BMAOBOro 6o0ratcrea, yTo
yKa3blBaeT Ha npeobnagaHue npouecca BbIMU-
paHua BMAOB. MCKNtoYeHMe COCTaBAAOT TO/b-
KO Ypa/sibCKMe PernoHbl U Camblii CEBEPHbIN U3
pPacCMOTPEHHbIX HamK pernoHos — BORS.

MapameTpbl 6GMoONOrMyeckoro pasHoobpa-
3uA (H, D, R) 4eMOHCTpPUpPYIOT B PasHoOM cTene-
HM YYBCTBMUTENBHOCTb K MU3MEHEHUIO 3BONHOLM-
OHHOTrO COCTOAHUA PAYHUCTUYECKUX KOMMIEK-
COB.

dHTponua (H), B cOOTBETCTBME C 3aBUCU-
MOCTbIO OT YMCNA 3/IEMEHTOB B «CUCTEMEN
(Foerster, 1960), cTporo NONOKUTENbHO KOppe-
NMpyeT ¢ norapudmom Ymncna obHapyKeHHbIX
TaKcoHOB (0bwan 3aBncumoctb: H=0.31+1.82
- log,,(NSP), r = 0.934, p < 0.00001). 37a ceAa3b
onpeaenser HU3KME BeNYMHbI pPa3Hoobpa-
31MA GaAyHUCTUYECKUX KOMMIEKCOB B rON0LEHE
No CpaBHEHUIO C NaencToueHom. Ha ypoBHe
YCTOMYMBOW TEHAEHUMM OTMETUM OTPULLATENb-
HYIO Koppenauuto H ¢ MIHAEKCOM AOMWHUPOBA-
HuA D (k =-0.66, p < 0.0001). 3Ta 3aBUCUMOCTb
OoTparkaeT TEHAEHLMIO K NONAOMUHAHTHOCTU B
KOMMJ1eKCcax C BbICOKMM BMAOBbIM 60OraTcTBOM.

MapameTp opraHusaumn (R) nmeeT BaxkHoe
TeopeTMyeckoe 3HayeHue. HanmomHum, 4TO
nmeeTca npaAmoe OuonorMyeckoe npuoKe-
HWe Mepbl M3ObITOYHOCTWU, Hanpumep, K Au-
HEMHOMY FeHeTU4YecKoMy Koay, Korga OoaHOM
KOAMPYEMOM AMMHOKMUCNOTE COOTBETCTBYHOT
oT 1 4o 6 TPUNNETOB HYKNEOTMAOB B MONEKYe
OHK. Takue TpunneTbl NO aHaNoOrMn HasbliBa-
FOTCA CMHOHMMaMM. Kak M3BECTHO, 3aMeHbI CU-
HOHUMMWYHbIX TPMNNETOB (MyTaLMn) He NPUBO-
AAT K USMEHEHMAM B CTPYKTYpe KOAMPYEMOrO
6enka. N36bITOYHOCTb Ha YPOBHE 3/1EMEHTOB,
GYHKLMOHANbHbBIX CBA3EN U T. M. ABNAETCA He-
06x04MMbIM YyC/IOBMEM YCTOMYMBOCTU Ha YPOB-
He CMCTeMbl, He TOJIbKO B KOHTEKCTe nepeaa-
4n MHbopPMaLMK. DTOT NPUHLMN MO aHANOTUM
MOHO PAcnpPOCTPAHUTb U HA COODLLLECTBO Op-
raHM3MoB, B KOTOPOM, Hanpumep, COBMECTHO
06MTAOT MHOXECTBO BWAOB C OTHOCUTE/IbHO
Y3KMMM 1 NEPEKPbLIBAKOLLMMUCA IKOTOTNYECKU-
MW HUWaMM (GYHKLMOHANbHAA 3ObITOYHOCTD),
KOTOpble B COBOKYNMHOCTU 3P PEKTUBHO UCNONb-
3yIOT OrpaHMyeHHble pecypcbl. be3Bo3BpaTHas
NN BPeMeHHaA NoTeps O4HOr0 UAM HEeCKO/b-
KMX TaKMX BWAOB He NpuBEAET K 3aMeTHbIM
N3MeHeHnsaM B QYHKLMOHMPOBAHUKN coobLue-
CTBA B LLE/IOM C TOYKM 3PEHUS UCNONb30BaHMA
pPecypcoB v CTPYKTYpPbl NULLEBLIX LLenei 3a cyeT
PacWMPEHNA UNU CMELLLEHNA HUL OCTaBLLMXCA
BMAOOB.

MHoroyncneHHole UccnegoBaHUA  OTHO-
CUTENBHOTO COAEpPXaHMA M30TOMOB a30Ta WU
yrnepoga (d**N, d**C) B KOCTHbIX TKaHsX nNaeu-
CTOLEHOBbIX MNEKOMUTAOWMX MNOKa3blBaoT
BbICOKYO YCTOMYMBOCTb MULLEBLIX HULW npen-
cTaBuTene meradayHbl (newepHbIin mea-
BeAb, MAaMOHT, LIEPCTUCTbIA HOCOpor, BU30H)
B NO34HEM MNAENCTOLEHE U B Pa3HbIX PerMoHax
lonapktnkm (Kuitems et al., 2019; Schwartz-
Narbonne et al., 2019 n mH. gp.). B yacTHoCTY,
B paborte (Schwartz-Narbonne et al., 2019)
obocHoBbIBaeTcA runote3a ¢GyHKLMOHANbHOM
3KO/NIOTMYECKOM  M3ObITOYHOCTM  3KOCUCTEM
«MamoHToBOM cTenu» (resilient system model).
Mpyu aToMm HeKoTopble BUAbI GayHUCTUYECKOTO
KoMnaeKkca (nowaab, CeBEpPHbI 0/1EHb, Caira)
AEMOHCTPUPYIOT CNOCOOBHOCTb MEHATb NuLLe-
BYIO HMLIY B 3aBUCUMMOCTU OT YC/I0BWUI, cBUAE-
TeNbCTBYS 006 3KO/MOMMYEcKoM NAaCTUYHOCTH
(dietary flexibility).

Hawwu gaHHble 4EMOHCTPUPYIOT OTHOCUTE b-
HO BbICOKYI OpPraHM30BaHHOCTb ¢ayHUCTUYe-
CKMX KOMMJ/IEKCOB M/IEKOMUTAOWMX B MNAEN-
ctoueHe. OTMETUM, YTO R He KoppenunpyeTt HU
c NSP, Hu c H, T. e. npeacTaBnaeT cobon Hesa-
BMCUMbIM NapameTp pa3Hoobpasuna. HaumHas c
nepexoaHoro nepmoga BoO MHOTMX PerMoHanb-
HbIX KOMMJEKCAX MIEKOMUTAOWMX MPOUCXO-
AWNO CHUXeHue napameTtpa R. CHUKeHue op-
raHW30BaHHOCTU B rO/IOLEHOBbLIX KOMMIEKCcax
npegnonaraet: ynpoLeHMe 3KON0rMYECcKmX oT-
HoLWeHU, npeobnagaHne BUAOB C LUMPOKMMMU
3KONIOTMYECKMMM HULIAMMU, CHUMKEHUE PYHK-
LMOHaNbHOMN M3ObITOYHOCTU U, KaK CneacTeue,
CHUXeHUe yctonumsocTu. C Apyron CTOPOHbI, y
TaKMX KOMM/IEKCOB A0BOJIbHO BbICOK MOTEHLM-
a/Nl BOCCTAHOB/IEHWUA MOC/E Pa3pyLUNTENbHOrO
BO34EMNCTBUA.

B KOHTeKcTe rmnoTesbl PyHKLUMOHANBHOM N3-
ObITOYHOCTU MHTepeceH GEeHOMEH YPaNbCKUX
PErMOHOB, B KOTOPbIX KOMMJIEKCbI MAEeKONUTa-
HOLLMX AE€MOHCTPUPYHOT YCTOMUYMBO HU3KUE 3Ha-
yeHua napametpa R (0.08-0.13). Ux ycTonum-
BOCTb NOAAEPXKMBANACh, BEPOATHO, HE CTONILKO
33 CYeT NPOLLeCCOB CAaMOOPraHM3aLmMn 1 B3au-
MOAENCTBUI MeXKAy BMAAMM, CKONbKO 3a cyeT
BbICOKOM MO3aM4yHOCTU M pa3Hoobpasua me-
cTtoobutaHum. MocnegHee TMNUYHO ANA TOPHbIX
3KOCUCTEM, HO B J@aHHOM C/ly4ae BaXKHO TaKKe
reorpaduyeckoe MosIo}KeHNe PermoHoB n me-
PUANOHAIbHOE NPOCTUPAHNE FOPHOM CUCTEMDbI
Ypana. CoyeTaHue 3TUX ycnoBuii obecneyu-
BaeT obMTaHME Ha OTHOCUTENIbHO HEebOoNbLLOWN
TEPPUTOPUMN CTEMHbIX, NE€COCTEMNHbIX U NECHbIX
BMA0B KaK X0/1040BbIHOC/INBbIX, TaK U B pa3HOM
CTeneHn TennontobmBbIX.

B 3akntouyeHne HeoH6XoAMMO OTMETUTb, YTO
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napameTp R UrpaeT BaXKHYO po/ib B Knaccuou-
KaLWKM CUCTEM U UX AUHAMMUKK, HE3ABUCMMO OT
nx nNpupoabl. Tak, HanpuMmep, pernoHanbHble
KOMMJ/IEKCbl MJIEKOMUTAIOLWMX, ANA KOTOpbIX R
R>"~0.11 MOXHO OTHECTU K KaTeropmm «KBasu-
AEeTEPMUHUPOBAHHbBIX cuctem» (KpamapeHko,
2005). 3HauyeHua R > 0.31 gnAa ecTecTBeHHbIX
(He co3gaHHbIX Ye/IOBEKOM) C/IOMKHbIX CUCTEM
ManoBepPOATHbI, a bonee BbICOKME 3HAYEHMUA
napameTpa, CKOpee, YKasblBalOT Ha NpUCyT-
CTBME B BblOOpPKE 3/1EMEHTOB, OTHOCALMXCA K
ABYM UM BONbLIEMY YUC/TY PA3HbIX CUCTEM.
MapameTpamu paHroBbIX pacnpeseneHum
4acTOT BCTPEYAEMOCTU MECTOHAXOXKAEHUMN C
pa3HbIMU BUAAMWU MIEKOMUTAIOLLNX ABAAOTCA
K03 PULMEHTbI, YNCNO KOTOPbIX M3MeHseTcA
OT ABYyX [0 uYeTblpex. B gaHHOM wuccnepoBa-
HUM Mbl MCMONb30BAIN TOIBKO OAWMH U3 HUX
— napameTp -6. BeanumHa 1/|-8| B «Tepmo-
ANHAMUYECKOM MHTepnpeTaunm» coobuiecTsa
NPONOPLMOHANbHA «TEMMepaType» CUCTEMbI
(Bynrakos, Jlesuu, 2005; [y3sayeHKko, 2016).
Yem meHble abcontoTHoe 3HayeHue B, cooT-
BETCTBEHHO Bbllle «TeMMepaTypa», TeM meHee
BblPa*KeH BKNAA, B paHroBoe pacnpegeneHue
TAKCOHA MepPBOro paHra v Bblle BKNAA, «06bly-
HbIX» U «PeaKMUX» TAaKCOHOB (pacnpepeneHune
6onee nonoro). BennunHa 6 3aBUCUT OT MO-
Aenv pacnpegeneHus. B cootseTcTBue C noga-
xogom A. M. /leBnya, B cay4yae AMHENHOWN 3a-
BMCMMOCTU MEXAY BCTPEYAEMOCTbIO «BUAAY U
obbemom noTpebasaemoro Um runoTeTUYecKo-
ro «pecypca» (G pacnpegenenue) 8 obbluHO
MeHbLLE, YeM NpPU HeNUHEeNHOoW (norapudmm-
Yeckol) cBsA3N mexay HUMKU (pacnpeaeneHus
TMna Z n ZM). MOXHO npeanonoXuTb, YTO B
HEeYCTOMUYMBBIX («rOPAYMX») CUCTEMAX C HU3KU-
MW 3HAYEHMAMM R M CO CTOXACTUYECKOWN ANHA-
MWKOM CMEHbI COCTOAHUIN abcontoTHOe 3Have-
Hue B byaeT HUXKe, Yem B Bonee yCTOMYMBDLIX
(«xonogHbIx») cuctemax ¢ bonee AeTEPMUHU-
POBaHHOM AMHAMUKOM W BbICOKOM OpraHu3o-
BaHHOCTbIO. TakMum obpasom, napameTtp 6 mo-
XeT coaepraTb 06060UeHHY0 MHPOpMaLUIO
0 [AOMUHMPYIOLWMX 3IKONOTMYECKUX OTHOLe-
HUAX B cOOOLLECTBE U NMPUMEHATLCA KaK OAMH
N3 KMHOEKCOB» BUAOBOrO pasHoobpasua. Ana
OONbLWNHCTBA  PErnoHasbHbIX  KOMMIEKCOB
MIEKOMUTAOLWMX B NAENCTOLEeHe napameTp
B 6bln HUKe (Bbiwe No abcontoTHOMY 3Haye-
HWI0), YeM B FONOLEHE. ITOT SMMUPUYECKUN
GaKT  COOTBETCTBYET COAEPKAHMIO TMMOTE3bI
06 MX yCTOMYMBOCTU M BbICOKOW OpPraHU3aumm.
Mpwn 3TOM M3MEHYMBOCTb B He Koppenunpyer C
APYTMMM NapameTpamu, T. e. COAEPKUT Hesa-
BUCMMYIO KOMMOHEHTY MHopmauum o peHo-
MeHe buonornyeckoro pasHoobpasua. PaHro-

Bble pacnpegenenuna G, Z n ZM xapaKkTepusyoT
TMNOTETUYECKYIO CUCTEMY B COCTOAHUM PaBHO-
BecuA (Mo yCNI0BUIO MATEMATUMYECKOTO BbIBOAA
3TUX MoZenen npu AONyLWEHUKU, YTO CUCTeMa
paBHOBECHA W BCE NPOM3BOAHbIE PABHbI HY/O,
a HTponMa makcumanbHa (MysayeHko, 2016)).
MoaTomy B cnyyae Xxopowero CTaTUCTUYECKO-
ro COBMageHuA peanbHOro pacnpeaeneHusa c
3TUMN MOAENAMW MOMKHO npeanosaaratb, YTo
B MOAEMPyeMOM COoobLLecTBe OpPraHM3MoB
B TeYeHue «nepuoaa HabnwoaeHuin» He npo-
MCXOAMUT MPOLLECCOB, U3MEHAKLWMUX TUM OTHO-
WEeHUA MeXay BUAAaMKU U pecypcamu cpegbl.
Moandukaumm moaenm «CTauMoHapHOro» co-
CTOAHMA NpPeAnoNaraloT CHUMKEHME SHTPOMUK
CUCTEMbI MPU MPOU3BOAHBIX, HE CUIbHO OTANY-
HbIX OT 0. C 3TOM TOYKM 3peHNA HE3aBUCUMO OT
TMMA PAHTroBOro pacnpeaeneHma 60ibWMHCTBO
PEernmoHanbHbIX GayHUCTUYECKUX KOMMNEKCOB
MJIEKONUTAOWMX Haxoaatca nmMbo B OTHO-
CUTENbHO paBHOBECHOM (4alie), 1mbo B cTa-
LMOHAPHOM COCTOSIHUM Ha PAcCMaTPMBAEMbIX
NPOCTPAHCTBEHHO-BPEMEHHbIX MmaclTabax.
MacwTtab B gaHHOM paboTe onpegenserca pas-
MepoM reorpaduyeckoro perMoHa U UHTepBa-
IOM BpeMeHU, PUKCMPOBAHHDBIM ANA KaXKA0ro
N3 Tpex cocToAHuM. NcknoueHne npeacrasns-
0T ypanbckme permoHol EEURSU n EEURSU, B
KOTOPbIX OTMEeYeHa BbICOKAA aMNaAnTyaa Kose-
6aHWI1 NapamMeTpoB CTPYKTYpPbl, OTPaKeHHanA
B AMHaMMKe NepBOM KOOpAMHaTbl permoHab-
HbiXx moaenen (BC1, cm. puc. 4E). 3T obpaTu-
Mble KonebaHnsa NPoOUCXOANNN BOKPYT A0BO/b-
HO WKpOKoM obnactn 3HaveHnt BC1, 6e3 BblI-
paXKeHHOoro TpeHAa.

Mbl nokasanu npucyTcTBue reorpaduye-
CKOro MaTTepHa BO BPpEMEHHON M3MEHUYNBOCTU
napameTpoB 6uonoruyeckoro pasHoobpasusa
PErnmoHaNbHbIX (GAyHUCTUYECKUX KOMMIEKCOB
BTOPOWM MONIOBMHbI MO34HEro naencToueHa m
nepBoi MNoNOBMHbI ronoueHa. Camu Huope-
TMOHbI OblIN BblAENEHbI B pe3y/ibTaTe aHanM3a
COBPEMEHHbIX apeasioB MNEKOMUTAOLLMX, KOH-
durypaumns KoTopbix ANA BUAOB, NEPERUBLIMX
rpaHuLy NNenCToLEeHA M FONOLLEHA, CYLLLECTBEH-
HO M3MEHMNACb MO CPaBHEHUID C MPOLUbIM.
®akT reorpadmyeckoro ynopaaoumBaHus peru-
OHOB Ha OCHOBe NnapameTpoB buonornyeckoro
pa3Hoobpa3va ucKkonaembix GayHUCTUYECKUX
KOMMJ/IEKCOB KOCBEHHO MOATBEP)KAAET Hally
rmnotesy 06 OTHOCUTENbHON MHBAPWMAHTHOCTH
MX TPAHUL, B TO/IOLLEHE — NO34HEeM Naencroe-
He EBponbl (MapkoBa 1 ap., 2008).

3aBepwan obcyKaeHWe pe3ynbTaTos, OCTa-
HOBMMCA Ha HEKOTOPbIX OrpaHUYeHuAx, CBS-
3aHHbIX C UCMO/Ib30BaHMEM NapameTpoB 6uo-
Nlornyeckoro  pasHoobpasusa. B ocCHOBHOM
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OHM COCTOAT B 3aBMCMMOCTM pe3yabTata oT
BbIOPAaHHOrO  NPOCTPAHCTBEHHO-BPEMEHHOTO
MacluTaba uccnenoBaHuaA. 3aBUCMMOCTb Napa-
MeTpoOB pasHoobpasusa (Hanpumep, BUAOBOrO
6oraTcTBa M 3HTPONMU) OT 0H6BEMA BbIOOPKMU
nnn obcnenoBaHHOM naowaay — M3BECTHas
AMNUPUYECKaa 3aKOHOMEPHOCTb, MMeloLLas
Xopolme TeopeTnyeckne obocHoBaHuA. Mbl
npeanonaraem, 4To aHaN0OrM4yHas no npupoae
3aBUCUMMOCTb byaeT Habnwopatbca Npu aHa-
IM3e naneoHTosIorMyeckoro matepuana. [lo
KpanHen mepe, Ha OCHOBE AaHHbIX, NEXKaLLNX B
3TOM paboTe, MOXKHO NoJsaraTb, YTO CyLLeCTBYET
HeNMHeNHan Koppenaumna mexay ANMHOW Bpe-
MEHHOI0 MHTEPBANA M YUCIOM OBHapYKEHHbIX
BMAOB C BbIXO4OM COOTBETCTBYIOLLEN KPUBOWM
Ha «nNiaTo». 9TU OrpaHUYeHmMA CTaBaT npobne-
MYy «Penpe3eHTaTUBHOCTU» UCXOAHbIX AaHHbIX
NPy OUEHKe napamMeTpoB pa3Hoobpasus. Tak-
¥Ke U3MEHEeHME NPOCTPAHCTBEHHOro MacluTaba
NCCNefoBaHNA MOMKET CYLLLECTBEHHO CKa3aTbecA
Ha NapameTpax MoAeNnN ANHAMUKU CTPYKTYpbI
nccnenyemon «CUCTeMbl» (YMCNO KOOPAMHAT,
CMeHa BeayLMX YNPaBAAOWMX BHELWHUX ne-
pemeHHbIX). IToT 3apdeKT obycnosneH nepap-
XMYECKOM OpraHM3aumen NPUPOSHbIX CUCTEM
(MysauyeHko, 2017). Hanpumep, M3 TOro, 4TO
Ha ypoBHe «60/blIOro perMoHa» AoKasaHa Be-
Aywan ponb AMHAMUKKM robanbHOro KAnMmara
KakK ¢aKTopa, OrpaHW4YMBalOWEro W3MEHYMU-
BOCTb BUA0BOro 60raTcTBa, He cieayeT, 4To 3Ta
PO/Ib OCTAHETCA HEM3IMEHHOW AN OTAENbHbIX
BHYTPUPErMOHA/IbHbIX BblAEN0B. AHANOrNYHbIE
OrpaHMYeHMs PAcNpPOCTPaAHAIOTCA U HA BpeMeH-
HOM macwwTab.

3aknueHune

TpaHchopmauma CTPyKTypbl dayHUCTUYe-
CKMX KOMMJ/IEKCOB MNEKOMNUTAOWMX Ha pybe-
e NNencrToueHa u ronoueHa npoucxoamna B
pa3Hoe Bpems B pa3HbiXx pervoHax Esponbl B
MHTepBane 18—6.6 TbIC. NeT Ha3ag, 1 He coBna-
Aana co cTpaTUrpadryeckom rpaHnLEN Mexay

bubnnorpadus

naencroueHom u ronoueHom (11.7 Tbic. net
Hasag).

ONVUTenbHOCTb  MEPEXOAHOro  COCTOSAHMA
bayHUCTUYECKMX KOMMNIEKCOB BapbMpoBana ot
~1 oo 5.6 TbiC. neT (B cpegHeEM — OKoJ10 3 TbiC.
ner).

BblaeneHo Tpu BapuaHTa 3BoawOUMM day-
HUCTUYECKMX KOMMAEKCcoB: 1) ¢ pe3kol nepe-
CTPOMKOM ¢ayHbl B OTHOCUTENBHO KOPOTKME
CPOKM, 2) C NOCTEMNEHHOM PACTAHYTOM BO Bpe-
MEeHM HanpaB/eHHOW TpaHchopmaumen mn 3)
6e3 CcywecTBEHHbIX M3MEHEHWUI B CTPYKType
KOMMN/IEKCOB.

Beaywmmmn BHeEWHMMN daKTOpaMu Bapbu-
poBaHWA BMA0BOro 6oraTcTBa u CTPYKTypbl da-
YHbl MJIEKOMUTAOWMX ObINM U3MEHEHUA [NOo-
6anbHOro KnAMmaTa.

OCHOBHble M3MEHEHUA CTPYKTYpPbl ayHU-
CTUYECKUX KOMMNIEKCOB BbIPaXKa/UCb B CHU-
eHUn BMaosoro boraTtcTsa/pasHoobpasua u
YNPOLEHUN BHYTPEHHEN CTPYKTYPbI.

PyHKUMOHaNbHaAA M36bITOYHOCTb BONbLUMH-
CTBa €BPONENCKUX PayHUCTUYECKMX KOMMIEK-
COB B FOJIOLEHE HUXKE, YEM B MJIENCTOLLEHE, YTO
npeanosiaraeT X OTHOCUTENbHO HU3KYIO YCTOM-
YMBOCTb K BO3AEWNCTBUIO BHELIHUX HAKTOPOB,
HO M OTHOCUTENbHYHO BbICOKYIO CMOCOBHOCTb K
CaMOBOCCTaHOBEHMUIO.

YcTonumnsocTb GayHUCTUYECKUX KOMMIEKCOB
CpeaHero n KOxHoro Ypana nogaepmsaerca
He CTO/IbKO 3a CYeT MpPOLLecCcoB CaMOOpPraHu-
3aUMMN Ha 3KOCUCTEMHOM YPOBHE, CKONIbKO 33
CYeT BbICOKOM MO3aMYHOCTM M pa3Hoobpasus
FOPHbIX MECTOOBUTAHUN.

MapameTpbl 6H6Monornyeckoro pasHoobpa-
31A, UCNONb30BaHHble B paboTe B COBOKYMHO-
CTU C MHOTOMEPHbIMU MOZENAMWU ANHAMUKMU
N MOAENAMM PAHTOBbIX pacnpeaeneHnn Bnep-
Bble MO3BO/ININ MPOBECTU COAEPKATENbHOE
MaKpPOCKOMNMYecKoe onmMcaHme naTTepHoOB 3BO-
NIOLMOHHOM NepecTpPoiiKkM permoHanbHbIx GpayH
EBponbl Ha pyberke naencToueHa v ronoueHa u
NX CPAaBHUTENbHbIN aHaNM3.
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Summary: Analysis of the data of the paleontological chronicle, containing
important information about the evolution of biological diversity at the turn
of the Pleistocene and Holocene, is of great importance for understanding the
historical patterns of formation of modernterrestrial ecosystemsandtheforecast
of their changes in the future. The article deals with the general regularities of
the evolution of the parameters of biological diversity in 11 regional complexes
of mammals in Europe during their qualitative restructuring in the range of 50
to ~ 5 thousand years before present (BP) —marine isotopic stages MIS 3—-MIS 1.
Based on the results of modeling the evolution of the structure of the complexes,
the time parameters of transition periods in the range of 18-6.6 thousand years
ago were determined for each of them, the duration of which varied from ~1 to
5.6 thousand BP. The duration of this transition varied from ~ 1 to 5.6 thousand
years. Three types of evolution of the complexes were identified and described.
To study the evolution of biological diversity at the “initial stage” (Pleistocene),
transitional stage and “final stage” (Middle Holocene) of complexes, the
following parameters were determined: species richness, entropy, dominance
index, redundancy, and Wilson-Shmida B-diversity index. In addition, the
applicability of different models of rank distributions to describe empirical data
and the correspondence of different models to different evolutionary states
of faunal complexes were investigated. It is shown that the main content of
the evolution of most complexes was expressed in the reduction of species
richness/diversity and simplification of their internal structure, including,
probably, the reduction of functional redundancy. The stability of the majority
of European faunal complexes in the late Pleistocene was ensured due to the
high species richness, the relative stability of ecological niches (specialization)
providing high ecological functional redundancy with a wide mutual overlap
of the latter. Based on the results of this study, we suggested that the loss of
biological diversity and the simplification of functional relationships in the
“species — environmental resources” system in the Holocene resulted in the
decrease in stability of most regional complexes, but increased their ability to
self-repair after external impacts.
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