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Beegenne. KoHOOHTBI — I7106a/IbHO pacipocTpa-
HeHHas IPyIIa MOPCKUX MaIe030MCKIX U TPUACOBBIX
KUBOTHBIX. Jl0/ITO€ BpeMsI CUUTANIOCDh, YTO KOMIIIEKCBI
KOHOJIOHTOB He 3aBUCAT OoT ¢aruii [Apucros, 1994].
JleiicTBUTENbHO, OHM U Te 5Ke BUMIBI MOTYT OBITh BCTpe-
YeHbl U B M3BECTHAKAX, U B IIMHAX, M B NeCYaHMKAX
MOPCKOT0 IpoMcXokaeHns. [103ToMy KOHOIOHTOB 1IN~
POKO UCTIONIb30BAJIM M MCTIO/Ib3YIOT B HACTOAIee BpeMs,
IpeXXJie BCEro JIs KOppenanuy pasHodamyanbHbIX
oTno>xeHui. [Ipu 3TOM Ha IepBbIX 3TalaXx aKTMBHOTO
U3y4eH)si KOHOJOHTOB Ba)XKHO OBLIO CO3/laHMe paboTa-
IoyX crpaturpadudecknx cxeMm [MockaneHko, 1974;
Bapckos, 1985], a BO3MOXXHOCTHU IPVMEHEHNS 3TOM
TPYIIIBI ICKOIIAeMBbIX JI/IsI PEKOHCTPYKILMY ITa1e000CTa-

HOBOK Ha TOT MOMEHT ObU/IY HeaKTya/IbHbL. TeM He MeHee
OJ{HOBO3PACTHBIE KOMIUIEKChI KOHOOHTOB MOTYT CY-
IIECTBEHHO OT/INYATHCSL, YTO MIO3BOJISIET IPENIONTOKIUTD
UIX CBSA3b C YCTIOBUAMMU OOUTAHUS M OCOOEHHOCTAMMU
cemuMeHTann. Takye OJHOBO3PACTHBIE ACCOL[MALIIN
KOHOJ[OHTOB C Ipeo6yaiaHieM OIpefeNeHHbIX POfIOB
WIN BUJOB, BCTPeYaeMble B OCAJOYHBIX HOPOJAX, Ha-
3bIBAIOT KOHOJOHTOBBIMY 6110aIisiMM.

KoHOJOHTBI 06UTanu B pasmMIHBIX MOPCKUX
006CTaHOBKax — OT 3a/JMBHO-JaTyHHBIX IO TTy6OKO-
BOIHBIX. COOTBETCTBEHHO, KOHOIOHTOBBIE 3/IEMEHTHI
[OCTIe CMEPTY XKMBOTHBIX OCEJAN B OTIOXEHMUSAX,
HaKaIUIMBaBIINXCSA B 9TUX obcTaHOBKaX. IIpm aToM
OfHOTUITHBIE TIOPOJBI MOI/IN ObITH CHOPMMUPOBAHBI B
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PasHBIX 00CTAaHOBKAX C TOYKY 3peHMsI 0OUTaHVSI KOHO-
noHToB. OcO6E€HHO BapyaTUBHbI YCTIOBYS 0Opa3oBaHus
KapOOHATHO-IIMHUCTBHIX MTOPOJ — 3TO U 3aJIMBHO-
JIaTyHHbIE YYaCTKY KPailHEro MeIKOBOAbSA, I OTHOCH-
Te/IbHO ya/leHHble, Tpurnyosre. Takum 06pasom, CBs3b
KOHOJJOHTOBBIX 0110(aL[VIii ¥ TNTONIOTMYECKIX TUIIOB He
BCeT/la O4eBU/IHA, IIOCKO/IBKY KOHOJJOHTOBBIE 6110darym
KOHTPO/IMPYIOTCS He CTOTIbKO 00CTaHOBKaMU CeIMMEH-
TalMY, CKOIBKO YCIOBUAMM OOMTaHMSI OPraHI3MOB.

Ha pacnipeneneHnye KOHOJOHTOB MOIJIO BIIVIAITD TaK-
Ke M3MeHeHe KOPMOBOJT 6a3bl, 3aBucsAlIee He TONbKO
OT I/TyOMHBI U XapaKTepa I'PYHTA, HO U OT CBA3M 1aJIe0-
OacceilHa ¢ OKeaHOM WM/IV M3MEHEeHMS XMMUYECKOTO
COCTaBa BOJ], YTO MOIJIO OBITH BBI3BaHO, HAIpUMep,
BY/IKaHM3MOM.

CremyeTr y4uTBIBaTh, YTO B IIO3/[JHE[JeBOHCKOE
BpeMs Ha TeppuTopuy BOpoHEXCKOV aHTeKIM3bl
CYILeCTBOBAJI SIMKOHTMHEHTAIbHBINI MOPCKOI 6ac-
ceitH ryouHoi He 6omee 100 M, pacroyO>KeHHbI Ha
menbde, Hag KapbonatHoi mnardopmoit [Kapmosa,
2004], a npepmonaraeMplil KOHTMHEHTATbHBI CKIOH
Haxopuics ropasno BoctouHee [Nikishin et al., 1996].
CoOOTBETCTBEHHO, B pa3pe3ax BopoHexcKoit aHTeK/M3bl
HeT accoLMannii CKIOHOBBIX U ITyOOKOBOIHBIX TUTO-
JIOTMYeCKMX TUIIOB OCaJKOB, POPMUPYIOMIMXCSA TPaBU-
TALMOHHBIMY CIIOCOOAMU OCKAEHNs (KOHITTOOpeKInm
U 00/IOMOYHBIE OCafIK/ IVIOTHOCTHBIX ITOTOKOB), HOJ
IefiCTBUEM ITTyOOKOBOIHBIX TeUEeHMI ¥ [Ty 6OKOBOIHOM
($HOHOBOII CenVMEHTAIIIA.

Marepuanbl 1 METOTbI MCCIeROBaHMIL. PaboTa oc-
HOBaHa Ha MaTepuase, COOpaHHOM aBTOpaMy Ha Teppu-
TOPUU LIEHTPA/IbHBIX PalioHOB BocTouHO-EBpomnerickoi
w1aTOPMBI U [JOIIOTTHEHHOM cO0paMyl COTPYRHUKOB
Kadeapbl MaN€OHTONOTUN U Kadeapbl pernoHaaIbHOMI

TeO/IOTUM U1 MICTOPUY 3eMJIU TeO/IOTNYeCKOro (aKyib-
teta MI'Y umenun M.B. JlomonocoBa. Konnmeknnun
KOHOJJOHTOB IIPOUCXOMASAT U3 PPaHCKUX OTIOXKEHUIT
BOCbMM paspe3oB (M3 CKBaXMH YnbsHoBO-1 (VI-1),
3apgonckas-1 (300JT), Hlurpei-16 (I111-16), Iurpsi-19
(III-19) n HoBoxomnepckast (HX), a Takoxe 13 0O6Ha)KeHMIT
TopHocTaeBka, KpyTtoe, Manannuckue Boicenku (MB))
(puc. 1). Crparurpaduyeckyie KOIOHKI U OIIMCAHMS U3-
y4eHHBIX pa3pe3oB OIyO/IMKOBaHbI paHee [BeHrepiies,
1995; Hasaposa, 1995; Kupninmmna, 2006; Hazaposa,
Kononosa, 2016; Hazaposa u gp., 20198]. JInTomorn-
YeCKV OT/IOXKEHNSI IPeiCTaB/IeHbl KapOOHATHO-ITIHN-
CTBIMU, IPEUMYIeCTBEHHO KapOOHATHBIMM TOMIIAMM C
OCTaTKaMM PbIO, YICHNUCTOHOIUX, TACTPOIION, ABYCTBOP-
YaThIX MOJUIIOCKOB, HAay TUJION/Ielt, OpaXyOIOf, ¥ APYTUX
OpPraHM3MOB, XapaKTEePHBIX [T METKOBOTHO-MOPCKIX
ycnoBuii. BoifiesieH1e KOHOJOHTOBBIX 37IEMEHTOB Be/IOCh
110 CTAaHJAPTHOV METOAMKE PacTBOPEHMUs IOPOIBI B
10%-11 ykcycHol kucnore. Becero o6paboTaHo Ha Ko-
HOZOHTHI 650 06pasIOB, B CpegHEM KaXK[bIil 0Opaser]
Becn 0,5 KT, KOHOJLOHTBI 06Hapy>keHbl B 400 o6pasiax,
KOJUIEKIIVsI KOHOJTOHTOBBIX 3JIEMEHTOB HAaCUMTHIBAET
oko710 8000 9K3eMIUISIPOB, B TOM 4MC/ie TIaThOpMeH-
HBIX 9/IEMEHTOB XOpOMIe COXpaHHOCTH — 0K0j10 6000.
CpbeMKa KOHOJOHTOB BBIIOHS/IACh HA CKAHMPYIOLIEM
397IEKTPOHHOM MMKPOCKOIIe B TabOpaToOpuy /IeKTPOH-
Hol1 Mukpockomuu ITMH PAH. XapakrepHsle npef-
CTaBUTE/MN KOHOIOHTOB 1300 pakeHbI Ha poTOTAOMNMIIE.
Bech ymoMAHYTBIN ITaleOHTONOTMYECKUIT MaTepUal
XpaHUTCA Ha Kadezpe aleOHTOIOT MY Fe0IOTYeCKOTO
daxynbrera MI'Y nmern M.B. Jlomonocosa mop Ne MI'Y
272, MT'Y 311, MI'Y 312, MI'Y 313.

VicTopusa usydeHns KOHOJOHTOBBIX Omodanmii.
IlepBoe ynoMmuHaHMe O CyILeCTBOBaHUY 3aBYICMOCTI
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dotorabmuua. [Ipern-
CTaBUTENU KOHOLOH-
TOBBIX Omodanuit ns
¢panckoro spyca Bo-
POHEKCKOIT aHTEK/IN3BL.
Bce aksemmapel u3o-
6pakeHbI CBepXy (KpoMe
1), yBenuyeHue x 80:
1 — Pelekysgnathus sp.,
9k3. Ne MI'Y 313/1-30,
BUA c60Ky; JInmenkas
0071., Kappep-MastaHVH-
CKMe BBICENKHU, 06p.
MB-38; eB1aHOBCKUIT
TOPU3OHT, 61odarys A,
obuTaTeNb IPUOPEKHON
KpaliHe MEeNKOBOJHON
obmactu; 2 — Icriodus
xenium Nazarova, 1997,
9Kk3. Ne MT'Y 272/830;
Kypckas o6, cks. In-
rpoi-16, unt. 115,75-
120,65 m, 06p. I11-16/87;
CapraeBCKUit TOPU3OHT;
6rodariust A, oburarens
npubpexHoit KpaiiHe
MEJIKOBOJHOI 0671acTu,
sHzeMuK (Bocrouno-EBporeiickas nnardopma); 3 — Icriodus symmetricus Branson et Mehl, 1934, sk3. Ne MI'Y 272/672; BopoHexckas 0671,
06H. Py#IKIHO, CEMUTYKCKIII TOPU3OHT, 06p. 10; 61odaunn B-G, o6urarens IpumoBepxXHOCTHON MUIENTArnIecKoif 06/1acTit, KOCMOIIOINT;
4 — Polygnathus politus Ovnatanova 1969, sx3. Ne MI'Y 312/1-43 OpnoBckas 0671, Kapbep KpyToe, €BTaHOBCKIIT TOPU3OHT, 06p. 3; 6rodarnym
B-G, obutarenn MIPUIIOBEPXHOCTHOM 3MMIIETArNYECKON 06/1acT, KOCMOIIONUT; 5 — Polygnathus menneri Kirilishina et Kononova, 2010, 3k3.
Ne MT'Y 313/1-8; JIunenixas o61., Kapbep ManaHuHCKIe BpIcenKy, eBTaHOBCKIUIT TOPU3OHT, 06p. 36, 6uodarsa C, oburarens IpUAOHHOI,
OTHOCUTE/IbHO MENKOBOIHOI 06/macty, sHeMuK (Bocrouno-EBpomneiickas miatdopma); 6 — Polygnathus krestovnikovi Ovnatanova, 1969,
9x3. Ne MT'Y 312/1-12, Opnosckas o671, kapsep Kpyroe, 06p. 14, 6nodannn B-G, oburaresb IpuIoBepXHOCTHO SINIIENTATUIECKOIT 00-
nacty, kocMononut; 7 — Polygnathus reimersi Kuzmin, 2001, ax3. Ne MI'Y 272/875; Kypckasi 0671, ckB. ILIurpbl-16, capraeBcKuit TOPU30OHT,
uHT. 101,05-105,95 M, 06p. I1I-16/52; 6uodarisa D, 06uTaTens IpufoOHHOI, OTHOCUTENIBHO ITyOOKOBOLHOI 06/1acTy, sHAeMIK (BocTouHo-
EBponerickas miardopma); 8 — Palmatolepis semichatovae Ovnatanova 1976, 3x3. Ne MI'Y 272/922, BopoHexckas 0671, 06Hax. CeMUnyku,
BOPOHEXCKII TOpM30HT, 06p. C 44/93 (Matepuan B.C. Benrepiiesa); 6nodaunsa G, 06uTaTens IpufoHHON, OTHOCUTEIBHO ITy6OKOBOTHOI!
obmacTy, KocMononnTt; 9 — Mesotaxis falsiovalis Sandberg, Ziegler et Bultynck, 1989 sx3. Ne MI'Y 272/921, Kypckas o6m., cks. Iurpsr-19,
CapraeBCKuit FOpU3oHT, MHT. 101,6-106,5 M, 06p. I11-19/47; 6uodauns E, oburarens npuaoHHOI, OTHOCUTENBHO ITyOOKOBOLHOI 06/1aCTH,
xocmomnonut; 10 — Ancyrodella rugosa Branson et Meh, 1934, sxs. Ne MI'Y 272/873; Kypckast 0611, ckB. LIIurpsi-16, ceMmmyKCKuit FOpU30HT,
MHT. 91.25-96.15 M, 06p. I1I-16/26; 6uodarus F, oburarens mpusoHHON, OTHOCUTEIBHO ITy6OKOBOZHON 06/1aCTy, KOCMOIIONUT
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KOMIIJIEKCOB KOHOJIOHTOB OT JIMTONIOTMYeCKUX (ariuit
npuHagiexut K. Miwonnepy [Miiller, 1956]. Tepmun
«KOHOZOHTOBbIe O61odanuy» BlIepBble IPUMEHU
I. Meppunn [Merrill, 1962]. On 3aMeTnsn, 4To KOM-
IUIEKCBI KOHOZIOHTOB 113 OJJHOBO3PACTHBIX OT/IOXEHMIA
Pas3IMYIAoTCs MeX/Y co00I1 U 3aBUCAT, IIO-BUAVNMOMY,
ot ycroBuii cpensl. I. Meppun Bbigenu e 6rodanum
mns neHcunbBaHuA CeBepHOV AMEPUKI: KOMIIEKC C
npeobagaHueM mpexcraButeneil poga Cavusgnathus
OBIT BCTpedeH B MENTKOBOAHBIX 3MUIIATGOPMEHHBIX
0CaJOYHBIX NTOPOJIAX, CBA3AHHBIX C 0OCTaHOBKAMMI
aKTUBHON IMAPOAVHAMUKY ¥ HECTAOMIBHON COMEHO-
CTH, @ KOMIIIEKCHI € TIpeobajaHneM IpefcTaBuTeneit
ponos Idiognathodus n Streptognathodus — mmpoxo
PacIpOCTpaHeHbI B OCTA/IBHBIX MOPCKVX OT/IOXKEHMAX
HEeHCU/IbBaHMs, HAKAIUIMBABIIMXCS BA/IM OT mobepe-
xbs [Merrill, 1962]. Kputepusamu, onpenensomyumm
KOHOJZIOHTOBYI0 6uocario, I. Meppuu cunran cone-
HOCTb, ITyOMHY naneobacceifHa ¥ CTelleHb ITOfBIXK-
HocTu Bopbl. K HacTosAleMy BpeMeH) KOHOIOHTOBBIE
Omoaryy ycTaHOBJIEHBI /IS pa3HBIX CTpaTurpaduye-
CKMX MHTepBanos [Lindstrom, 1964; Druce, 1969, 1973;
Sweet, Bergstrom, 1974; Barnes, Fahraeus, 1975; Klapper,
Barrick, 1978].

[l BepxHero neBOHAa KOHOZ[OHTOBbIe 61odannmn
BIIepBbIe ObUIN BbIfeneHsl J. [Jprocom [Druce, 1969].
B CesepHoll ABCTpanuyu UM YCTaHOBJIEHBI TPU TPYII-
nUpOBKY KOHOTOHTOB (61odarus Belodella, buodanusa
Icriodus u 6uodannsa Palmatolepis). Hecmorps Ha To,
4TO B HAVMEHOBAHMAX 6M0odaruii MCIIONMb30BAHO OJHO
POfI0BO€E Has3BaHMe, BbIE/IEHbI OHY OBIIN 110 KOMIIIEK-
cy pogmos. Tak, Hanpumep, s 6uodanun Icriodus
XapaKTepHO TAaK)Xe Ha/jn4le NpeAcTaBUTeNell POfjoB
Pelekysgnathus v Polygnathus, a pns 6uoganym Palma-
tolepis — npencraButeneit poga Ancyrodella.

KonomoHTOBBIE 6VMOGanyy MIPOCTeKNBAIUCD IS
BEpPXHETO [IeBOHA [IPYTUX PETMOHOB MIUPA, B TOM 4ICIIe
B Poccun, B wacTHOCTH, 151 Bonro-Ypana [Xanbimbay-
xa, 1981], pna KOxnoro Ypana [Tagarieva, 2013], ma
[Tpunonsapuoro Ypana [Cobonesa u ip., 2018], Pynnoro
Antas [Apucros, bensiit, 1976; V3ox u gp., 2004] u p.

[Tono6HbIe 6110danyy MOXXHO OTMETUTD 1 Ha Boc-
tToyHO-EBponerickoit argpopme (BEII). 3nech nepBoie
MICCTIeOBaHMA 3aKOHOMEPHOCTElT pacpeieNIeHNs 03] -
HeJIeBOHCKMX KOHOIOHTOB npoBefensl B.I. Xanbimba-
koit [1981]. Ha ocHOBe TaKCOHOMUYECKUX Pa3TUINiL
B KOMIIJIEKCaX KOHOJZOHTOB UM ObUIV BBIJIE/IEHbI TPU
9KOJIOTMYeCKIe TPYIIIIbL:

1) MenKoBO#HO-IpKUOpeXxHas ¢ npeobnagaHreM
BuzioB popa Polygnathus (Taxoke B 3TOJ rpyImie Ipu-
cyrctBytot Icriodus, Pelekysgnathus, Ancyrodella, ato
€000111ecTBO He 60TaTo BUAAMH, HO IIPECTaBIeHO 60/Ib-
ILVIM YVICTIOM 9K3eMIUIPOB, B OCHOBHOM 9H/IEMVKAMM);

2) OTKpBITOrOo MOPs (C XapaKTepHBIMM pOJaMU
Palmatolepis, Ancyrodella, Polygnathus);

3) pudosas (c npucytcrauem Belodella, Ancyrodel-
la, Palmatolepis, Polygnathus).

Ha BopoHesxckoit aHTeK/3e KOHOIOHTOBBIE 6110~
darym 1 leBOHa BIIEpBble YCTaHOBNIEHb B.A. Apu-

ctoBeiM [1988]. OH BeImenun nAath 6modanuit mo
TOMUHUPYIOIUMM POJaM: IIa/bMaTOJIeNN/ |- IOIUTHA-
THUJ{HAST; IONIUTHATU/HAS; TOMUTHATH-UKPUOAVTHAS;
HOMUTHATUA-UKPUOAUA-TIeTIEKUCTHATU/IHAS, A TaKXKe
crOHOeUIN-TONUTHATY/HASA [/ HYDKHETO KapOoHa.
IIpn sTom B.A. ApucToB oTMeYas, 4YTO aHa/lIU3 pac-
IPOCTPaHeHNsI KOHOJOHTOB Ha POJOBOM YPOBHE Heflo-
CTaTOYeH, pasfeneHye Ha 6uodarianbHble KOMITIEKCHI
MOYXHO TPOBOJUTH Ha PasHBIX BU/aX OFHOTO POfa.
Kpowme toro, B.A. ApucrosbiM [1988] 66110 3aMedeHoO,
YTO KOMIIJIEKChI KOHOJIOHTOB CMEHSIOTCS BEPTUKAIBHO B
3aBUCHMOCTH He CTO/IBKO OT 9BOJIIOLINI BUIOB, CKOTIBKO
OT 06CTaHOBOK OOMTAHMUSA: OT OTHOCUTENBHO ITTyOOKO-
BopHOI1 6uodaryy Palmatolepis—Polygnathus k kpaiine
menkoBopHoit Polygnathus—Icriodus—Pelekysgnathus ¢
PAIOM IIepeXORHbIX Ouodanmit.

E.M. Kupmnmuummnoi u JI.V. Kononosoit [2004]
st GPaHCKOro sIpyca BEpXHEro AeBoHa BopoHexcKoii
aHTEeK/MN3bI BbIfeneHo 1ects buodanuit: 1) Icriodus,
2) Polygnathus (rmagkue u cmabocKynbnTMpOBaHHBIE)
3) Polygnathus (ckynpnTuposansusie), 4) Mesotaxis,
5) Ancyrodella-Ancyrognathus, 6) Palmatolepis, T.e.
IpefIOKEeHO MOMUTHATUHYI0 610daluio pasnennTtb
10 Tpeo6IaaHmIo TIPeCTaBUTENEN C OIpefie/IeHHBIM
TUIIOM CKY/IBITYPHI.

ITo mepe uccnenoBanuil B pasHbIX paliOHaX M Ha
pasHBIX CTpaTUrpapuuecKux YPOBHAX MPOABJIANACH
CXOZIHasI TEH/EHLINA K BCe 60/mee APOOHOMY pasfieNleHnIo
Ha 6modaunm, no-BUAMMOMY, 9TO TOYHee OTpa’kaeT
IaJIe09KOIOTNYeCKIe 0OCTaHOBKIL

KonopoHTOBBIE OMOdalmy 13BECTHBI He TOMBKO
IS IeBOHA, HO U JUIs BCETO BPEMEHU CYIIeCTBOBAHMS
KoHOZoHTOB [Druce, 1973]. 310 mo3BoNsAeT MpexIo-
JIaraTh CyIeCTBOBaHII€ ONpeie/IeHHbIX 9KOTOTMYECKIX
TUIIOB KOHOJZOHTOBBIX )XMBOTHBIX, IIPMUCIIOCOOIEHHBIX
K Pas3/IMYHBbIM Iaj1e000cTaHOBKaM. UTOOBI 0OBSICHUTD
PasHUIY B pacHpOCTpaHEHUN KOHOJOHTOB IIpefijiara-
JIACh Pas/INYHbIe MOZIEI.

Mopenu ¢popMupoBaHUA KOHOTOHTOBbIX 6110¢a-
numit. [I1s1 yno6cTBa CpaBHEHNS Mbl IIPEACTABUIN MO-
menu popmupoBaHus 6uodarnnii, npeyIoKeHHbIe pas-
HBIMI UCCTIEIOBATe/AMM, B eqtHOM dopMate (puc. 2).
[TepBas Mmomens 6bia mpenaoxena 3. [Ipocom [Druce,
1970] (puc. 2, a). B aroit Mogenu n3MeHeHue 0OCTaHO-
BOK obuTanus koHogoHto (MI-MIII) mpoucxomuio
II0 JIaTepany, 9YTO OTPAXKa/loCh B MOC/IELOBATEIHBHOM
¢dbopmupoBanun 6nodanuit (61-53) ot npubpexHo-
MEJIKOBOZIHOI! 10 6071ee yaaneHHoi1 ot 6epera. [Togpasy-
MeBaJIOCh, YTO KOHOJOHTHI Be/TU HEKTOHHO-OEHTOCHBII
00pa3 )KM3HM, a IVIABHBIM KPUTEPYEM, OTIPefesIo M
UX pacHpoCTpaHeHMe, OblIa yIaTeHHOCTb OT bepera.
YnanmeHHOCTH OT Oepera — Ba)KHBII PaKTOp, HO 9Ta MO-
Zenb He 00bSICHSET IPUCYTCTBUSI HEKOTOPBIX TAKCOHOB
HMpaKTUYeCKN BO BCeX Omodarmsx.

ITouty ogHOBpEMeHHO ¢ . [IprocoM aMepuKaHCKIe
uccnegosarenu k. Cennon u B. Ceut [Seddon, Sweet,
1971] mpepnoxxumm cTpaTn@UKaOHHYIO0 9KO/IOrMde-
CKYI0 MOJIe/Ib 10 QHAJIOTVN C pacIpefie/ieHieM B TOIIIe
BOJIbI COBpEeMEHHBIX XeTOTHAT, 00MTAIOLINX Ha PasHO
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Puc. 2. Mogeny ¢popMupoBaHysa KOHOJOHTO-
BBIX O10alnii 10 fAHHBIM Pa3HBIX ABTOPOB,

a [Druce,1970]

IIpefiCTaB/IeHHbIE B €AMHOM rpaduyeckoM M
dopmare. MI-MVI — obnactu mecToobm- Mll MIll
TaHMA KOHOJOHTOBBIX JXMBOTHBIX, TOYKaMM 51
[OoKasaHa IpejnonaraeMas MmIOTHOCTh 52
Hace/leHNs KOHOJIOHTOB B TOJIIIe BOAbL; B1- 6 [ Seddon, B3
b7 — KoHOmOHTOBLIE 6MOodaLuy, MoxpobHOE Sweet, 1971]
00'bsACHEHME CM. B TEKCTE MI
bl
Ml
b2
8 [Druce,1973]
) YTE
St . MIl:
I e M
& [Klapper,
Barrick,1978] |
MI
£ MII Ml MIV
b2 —_— MV
B3 B4
0 [ Kupunuwwna, b5
KoHoHoOBa, 2004]

€ B cTaTbe

rry6buse (puc. 2, 6). Mogens [Ix. Cengona u B. Cura
IIOfipa3yMeBaeT, 4YTO BCe KOHOMOHTBI Be/IY HeKTOHHBII
00pa3 >KM3HMU U CBOOOHO PacIPOCTPAHSNINCH B MOPSX
Ha pa3HbIX ypoBH:AX (MI, MII). B MenkoBogHBIX 0caikax
3aXOpaHMBAINCh TONBKO IMPUIOBEPXHOCTHBIE (HOPMBI
(6bnodanusa b1), B 60mee rmyOOKOBOJHBIX — CYMMM-
pOBaJICs BeCb KOMIIEKC >KMBOTHBIX, OOUTABIINX Ha
PasHBIX YPOBHSIX B Toile Boabl (6nodanns b2). [leit-
CTBUTE/IBHO, IIPEACTABUTE/I HEKOTOPBIX POJIOB BCTPe-
YaI0TCs KaK B METIKOBOZHBIX, TAK U B ITTyOOKOBOJHBIX
0CafiOYHbIX 0T/IOKeHuAX. Ho aTa Mozienb He 00bACHAET
SIBHOE YJC/IEHHOE IIPEBOCXOZICTBO OHMX TAKCOHOB HaJ|
APYTYMU B KOHKPETHBIX 6110(annsix.

O6061eHHast MOzienTb HOPMUPOBAHNS KOHOOHTO-
BbIX 6rodannii 6p1a o3Hee pazpaborana d. [[procom
[Druce, 1973]. Ona gononuuna crpatnpuKanioHHY0
mozens [x. Cepgpona u B. Csura (puc. 2, 8), rae pac-

Ipefie/ieHyie KOHOJOHTOB 3aBYICEJIO TO/IBKO OT [Ty OMHBI
OacceiiHa, ITOTIOKEHNEM O TOM, YTO HarbOoIbIlIee YyC/Io
9K3eMIUIAPOB U BUJIOB KOHOJZOHTOB ObI/IO IPUYPOYEHO
K TIPUJJOHHOJ 00/1aCTM Ha COOTBETCTBYIOIUX 3Haue-
HuAx rry6unsl (MI-MIII), 4To 06BACHUIO YMCIeH-
HOe NIPEBOCXO/ICTBO OFHUX TAaKCOHOB HaJ| APYTVIMU B
onodannsax (b1-b3). [eitctBuTenbHO, HanbobIee
KO/IMYECTBO NUIIEBBIX PeCypcoB B (GOTUYECKOI 30HE
BOJI0EMOB COCPEJOTOYEHO Yy IHA MO0 CBSI3aHO CO
CHOCOM NUTATENbHBIX BelecTB ¢ Oepera. Kpome Toro,
CTOJIb Pa3HOOOpa3Hble ¢ TPOPUUECKOI TOUKY 3PEHMS
KOHOJIOHTBI IO/DKHBI OBbL/IV BECTY Pa3HbIN 00pas KU3HY,
KaK IPUIOHHBIN, TaK ¥ IeTarn4ecKuii [MockaneHko,
1974; Apucros, 1994].

TeMm caMbIM ymanoch o0beVHUTD 062 KpUTEpUs
dopmupoBanus 6uodanuit — OTHOCUTENbHYIO ITyONHY
nasieo6acceiiHa 1 yaaJeHHOCTb OT Oepera. VIMeHHO 9Tn
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Puc. 3. Mopenb ¢hopMMpoBaHs KOHOFOHTOBBIX 6110¢alinii, TOPM30OHTA/IBHBII MACIITA6 CYIIECTBEHHO IIPEeBbILIAeT BepTHUKaIbHbIL: MI-
MIIT — OGTIaCTI/I MeCTOO6I/ITaHI/IH KOHOJOHTOBBIX JKMBOTHDBIX, HACBIIIIEHHOCTDBIO 3a/IMBKM IIOKAa3aHa IVIOTHOCTH HAaCEIeHNMA KOHOJOHTOB B
torte Bogs; A-G — KOoHOmOHTOBBIe 6rodar: A — Icriodus—Pelekysgnathus; B — cmeurannast Icriodus-Pelekysgnathus ¢ ro6asinennem
snunenarndeckux ¢dopm Icriodus u Polygnathus; C — Polygnathus I; D — Polygnathus II; E — Mesotaxis; F — Ancyrodella u Ancyrognathus;
G — Palmatolepis
JIuronormueckue dauyn: I — TOHKO3ePHUCTbIE U3BECTHAKY (MaICTOYHbI), PEKO CTabOIIMHUCTbIE, BTOPMYHO JOTIOMUTU3MPOBaHHbIE; 2 —
CTpOMAaTONUTHI (6ayHACTOYHEL); 3 — 06/I0MOYHBIE MHTPAK/IACTOBBIE U3BECTHSKM (HHTPAK/IACTOBBIE IPEIH-PYACTOYHBI); 4 — GMOK/IACTOBbIE
U3BECTHAKM apEHUTOBBIE (TPEITHCTOYHBI); 5 — OMOK/IaCTOBbIE I3BECTHAKYU C MUKPUTOBBIM MAaTPUKCOM (T1aK-, BAKCTOYHBI); 6 — ITIHUCTbIE
TOHKO3EPHUCTBIE MU3BECTHAKY (MaJICTOYHBI); 7 — M3BECTKOBO-I/IMHUCTBIE OTIOXKEHUSA

IapaMeTpbl XapaKTepU3YIOT I1ane000cTaHoBKY. [Ipyrue
(baKTOpbI, KOTOPble MOT/IM BIUATb Ha paclpeleneHme
KOHOJIOHTOB (IIMIIeBbIe elN, COIEHOCTb U JIp.), 3aBU-
CAT TIPeX[ie BCEro OT 3TMUX IBYX MapaMeTpoB. OgHako
Mozenb [Druce, 1973] nopgpasymeBaeT oburaHue Bu-
TOB-KOCMOIIONINTOB Ha MenKoBopbe. Ho Ha mpakTuke
B MENKOBOJHBIX OCaJOYHBIX OTI0XEHUAX OOBIUHO
BCTPEYAIOTCA BUJIBI-9H/IEMIKY, YTO TPAANIMOHHO 3a-
TPYAHAET KOPPEJALUI0 METKOBONHBIX OT/IOKEHNI €O
CTaHJApTHON 30HaIbHOM 1IKanol [OBHaTaHoBa, KoHO-
HOBa, 1999; Ovnatanova, Kononova, 2001].

CamocrosTenpHast prOpeXKHasi 0061acTb 0OUTaAHWS
koHOZOHTOB (MI), oTpakennas B 6uodanuu b1, 6p1a
npepyoxxeHa B mogenu I. Knannepa u [Ix.b. bappuxa
[Klapper, Barrick, 1978] (puc. 2, 2). B octanbHOM ke
B 9TOJI MOZIe/IN TIpU yAaJeHun oT Oepera IO jarepa-
TV CMEHSAIOTCSA IIPUIIOBEPXHOCTHBIE 9KOTOIMYeCKue
rpynnupoBky KoHogoHToB (MII-MIV), a npupoHHbIe
(MV) ocTaloTcsi IOCTOSIHHBIMU, YTO MPOSIBISETCS B
6nodanuax b2-B5. OpgHako 6eHTOCHas cpefa 6oree
KOHTPACTHa ¥ pa3HOo0OpasHa, OHa CIIOCOOCTBYeT CO3-
TAHWI0O MHOXKECTBA 9KOTOTMYECKIX HUIII, TTe/laTnyecKas
e 6orlee OJHOPOJHA, YCIIOBUA B HEll 3aBUCAT IIPEXKJie
BCEr0 OT INIyOMHBI, YTO CBA3aHO C NPOHVKHOBEHUEM
CBETA, a 3aBUCHMOCTD OT YJaJIeHHOCTY OT Oepera Ipo-
SBJIAETCSA Hepe3KO U IIOCTENIeHHO, IIPY 9TOM 4eM Jjasiblle
ot 6epera, TeM MeHbIIle MUIEBbIX PECYPCOB.

B mopenu E.M. Kupunummnnoit n JI./. KonoHoBoit
[2004], mpennoxeHHOIT IS eHTPATbHBIX PallOHOB
BEII, Tak>xe MpUCYTCTBYeT IPUIOBEPXHOCTHAS 06-
nactp obutanusa (MI) u yuTeHa cMeHa HPUJOHHBIX

komiekcoB (MII-MVI). 9tu mectooburanus otpa-
eHbl B 6nodaunsax (b1-b5) (puc. 2, 0). Ho 6ombiioit
00beM BOfO€Ma MEX/y IPUIOBEPXHOCTHBIMYU U IIPU-
JOHHBIMM CTIOSIMM He 06cyx/jaeTcA. Takoke He IPUHATO
BO BHUMaHII€, YTO Ha KpaliHeM Me/KOBOJbe He MOITIN
00MTaTh IPUIIOBEPXHOCTHBIE GOPMBI, KOTOPBIE MOITIN
ObI pacIIPOCTPAHATHCS 110 BCETt OCTAIBHOI AKBATOPUIA.

Pesynbrarhl MccnegoBaHmit M MX 06CyKaeHNe.
IIpeonazaemas modenv u ee unmepnpemavus. Oc-
HOBHBIE IIOJIOXKEHUsA INpeflaraeMoil Mogeny Oblin
IpefCcTaBIeHbl Ha BCEPOCCUIICKMX U MEKIYHAPOTHBIX
Hay4yHbIX KoH(pepenuax [Hasaposa u gp., 2018; Ha-
3apoBa u fip., 2019a, 6; Kirilishina et al., 2019]. Mogens
paspaboraHa 11 GpaHCKOTro Apyca BEPXHETO JeBOHA
BopoHexXcKkoil aHTeK/IN3BI, HO MOXXHO IIPefIIONararh,
4TO OHa OyJeT IPUTORHA M [ APYTUX PETMOHOB, a
IPUHINII ee MMOCTPOEHMA MOXKET OBbITh MCIIO/Ib30BaH
I mo60ro BO3pacTHOTO MHTepBana (puc. 2, e). 3a
OCHOBY B3ATa KOMIUIeKcHast Mogernb J. Iproca [Druce,
1973]. KoHOROHTBI CTpaTMUUMPOBAHEL IO ITTyONHe
(MIIIa-d), npu aToM MakcuMyMm ocobeit o6uTaeT B
IPU/IOHHBIX YacTAX 6accelfHa. YUYTeHbI MpuOpeKHbIe
sngemuynble (MI) n npunosepxuocthere (MII) rpym-
IMPOBK, 2 TAKXKE TO, YTO KOHOIOHTBI BPSIJL JIV OIyCKa-
nuch rmy6xe pormyeckor 30Hb1. Takoe paciipeyenene
oTpaxxeHo B cemu 6uodarsix (b1-b7).

CoracHo mpepjaraeMoil MO/ CyIieCTBOBAJIN
TP OCHOBHBIE 06/1aCTV 06U TaHVsI KOHOZOHTOB (puc. 3):

MI — npubpesxHas KpaiiHe MeJIKOBOJHAst 00/1acThb
3aJIMBHO-IATYHHOTO METKOBOJIbsA C MpeobrafaHueM
npeacTaButeneit poga Icriodus, mperMyIiecTBEHHO
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9H/IEMUYHBIX BUJOB U C HEKOTOPHIM KOTMYECTBOM
Pelekysgnathus;

MII - npunoBepXHOCTHAA SIUIeTarndeckas 06-
NIacTh, MpefCTaB/lIeHHasl BULAMM-KOCMOIIOUTAMI.
YacTb 3TUX BUJOB OTHOCUTCA K pony Icriodus. Vikpu-
ORM/BI OOBIYHO PACCMATPUBAIOTCS KaK MPUJOHHbIE
HeKTOHHO-0EeHTOCHBIEe U fa)ke OeHTOCHbIe GopMBI
[Miiller, 1962; Sandberg, Dreesen, 1984]. Cpenn npumo-
BEPXHOCTHBIX (OPM OHU OKa3bIBa/INCh, I0-BUANMOMY,
BMeCTe ¢ MaKpOIUTAHKTOHHBIMY BOZOPOC/ISIMY THUIIA
COBpEMEHHBIX CapracCOBBIX BOJOPOCIIEN M pacCIIpOCTpa-
HSIACh TedeHUsMM. [Ipyras 4acTb BUJOB OTHOCUTCS
K pony Polygnathus (Polygnathus alatus Huddle, 1934;
P. alvenus Ovnatanova et Kononova 1996 un npyrue
Bujpl) (Tabnuua). B Tabmuie mokasaHo pacmpeperne-
HIle XapaKTepHBIX BUOB rpyniel poga Polygnathus mo
6mnodannsam Bo GpaHCKUX OTIOKEHUAX BopoHexckoit
aHTeK/IM3bl. Buabl pasHeceHbI IO MeCTOOOMTAHUAM,
[I0Ka3aHa MX BCTPEYaeMOCTh JyIsi paHHepPAHCKOTO
(TMMaHCKoOe, capraeBCcKoe U CeMUIYKCKOe BpeMs) U
no3gHePpaHCKOro (IeTNHCKoe (pedniikoe), BOPOHeXK-
CKOe, eBJTAaHOBCKOe, IMBEHCKOe BpeMs) MHTEepPBa/IOB.
Paspnenenne ¢ppanckoro sipyca npussTo o [Ovnatano-
va, Kononova, 2001]. Kpome Toro, oTaenbHO ykasaHbl
BUJIBI TIOJIUTHATIA, BCTpeYaIoliyecs Ha IPOTSHKEHUN
Bcero ppaHCKOro BpeMeH!;

MIII - npeuMyLIeCTBEHHO NPUAOHHAsA 00/1aCTh,
copeprkalas psaj yposHeii (a, b, ¢, d, e), pasnmuanbix mo
r1y6uHe 06MUTaHMA C IpeobnajaHmeM OIpee/IeHHbIX
ponos — Polygnathus, Ancyrodella, Mesotaxis, Palmato-
lepis. Tounyro rryOMHY 0OMTaHNUA Pa3HBIX TPYIIIMPOBOK

yKa3aTb HEBO3MOXKHO, MO>KHO JIMIIIb ONIEPUPOBATh OT-
HOCHUTETbHBIMM MOHATUSMH ITy6ke—Menbae. ObmacTn
HanOO/IbIIIETO CKOIIEHVISI TAKMX )KVMBOTHBIX HAXOW/IVCh
y AHA, HO 9TY TPYIIMPOBKU MOI/IY PACIPOCTPAHATHCS
Ha COOTBETCTBYIOIIMX YPOBHSIX TOJILIY BOZBI ITO BCEMY
6acceiiHy caMOCTOSATEIBHO WM TeUeHUSAMIL.

PaccMOTpUM KOHOZOHTOBBIE AIIapaThl MPefCcTa-
BUTeIeN IIepedNC/IeHHbIX pofoB. Y Icriodus n Pelekys-
gnathus KOHOJXOHTOBBIII aNIIapaT COCTOSUI U3 MHOTO-
YMCTIEHHBIX KOHMYECKNX 37IEMEHTOB (3aXBaThIBAIOIINX
ROOBIYY) ¥ OFHOI Hapsl MIATGOPMEHHDIX, MMEBIINX
PEXYIIYIO, XYIOLIYIO U faXKe IIePeTUPAOLIYIOo QYHK-
nuio [Hasaposa, 2005]. ITo HameMy MHeHMIO, TaKue
almaparel pefHa3HAYaNNCh IS IUTAHUSA MHOTO-
K/IETOYHOJ BOJJHOJ PacTUTENBHOCTHIO ¥ GEHTOCHBIMM
MSTKOTE/IBIMYU OPTaHU3MaMIL.

OcrajbHble KOHOOHTHI CO CTPATUPULIMPOBAHHBIX
DTyOMHHBIX ypoBHeit (poxsl Polygnathus, Ancyrodella,
Ancyrognathus, Palmatolepis) uMeny MHOTOYIEHHBII
KOHOJIOHTOBBIII aIlllapar, BK/IIOYAIOLINIT Pa3HOOOpas-
Hble CTEpP>KHEBUIHBIE 57IEMEHTBI. DTUMM 3IeMEHTAMM
OHM, KaK IpabisamMiu, cOOMpayi INIAHKTOH B TOJILIE BOZBI
[bapckos, Hasaposa, 2012]. OcranbHble 9/1eMeHTHI
anmapaTa VCIOIb30BaNMUCh J/IsI M3MeTbYeHMsI ML,
Takue KOHOJOHTBI OOUTA/N B TOJIIIE BOABI V1 MUTATINCDH
IUIAaHKTOHOM.

B ocapouHbIX IOPOJaX, XapaKTepU3yOUNXC
omnpeneneHHbIMK ¢anuamu (puc. 3, aunn 1-7), sta
MOJie/Ib OTpaXKeHa IPUCYTCTBMEM CeMIU KOHOJOHTO-
BbIX 6nodarnit (Ha puc. 2, e 0603navennsix b1-b7, Ha
puc. 3 — 6uodanun A-G).

XapakrepHble BUbI KOHOFOHTOB I'pynmsl pofa Polygnathus, paclpeneneHHble 10 MECTOOOUTaHMAM
u popmupyiomye BpigeneHHbIe 6uodany GppaHCKUX OTI0KeHNIT BOpOHEeXCKOIT aHTeKIM3bI

Buodanns HikHedpaHCKuit TOgbpyc

BepxHedpaHCKuit MOxbAPYC

ITpunoBepXHOCTHbIE

SMMUIIe/IAINYeCKIe BUJIbI-
KOCMOTIO/IUTBI U3 MECTO-
oburannsa MII, mpucyrt-

cTBytoiue B 6nodanysax | 1969; P. xylus Stauffer, 1940

P, alatus Huddle, 1934; P. denisbriceae Bultynck in
Brice et al.,1979; P. pennatus Hinde, 1879; P. pollocki
Druce,1976; P. pseudoxylus Kononova, Alekseev,
Barskov et Reimers 1996; Po.timanicus Ovnatanova

P, alvenus Ovnatanova et Kononova 1996; P. brevis
Miller et Youngquist 1947; P. evidens Klapper et Lane,
1985; P. krestovnikovi Ovnatanova 1969; P. politus
Ovnatanova 1969; P. unicornis Miiller et Miiller, 1957

B,C,D,E,EG

P. aequalis Klapper et Lane, 1985; P, aspelundi Savage et Funai, 1980; Ctenopolygnathus angustidiscus
(Younguist, 1945); P. decorosus Stauffer, 1938, P. dubius Hinde, 1879, P. foliatus Bryant, 1921, P. lodinensis
Polsler, 1969; P. seraphimae Ovnatanova et Kononova 1996; P. uchtensis Ovnatanova et Kuzmin, 1991;

P. webbi Stauffer, 1938; P, zinaidae Kononova, Alekseev, Barskov et Reimers, 1996

(popmmpyetcs us mpu-
IOHHBIX ObuTaTeNneNn
mecToobuTanmusa MIIla —
I7IafIKUX U CTTabOCKY/Ib-
HTI/IpOBaHHI)IX HpeI[CTa—

1986

C P, ljashenkoi Kuzmin 1995; P. mosquensis Litvinova
in Ovnatanova et Kononova, 1996; P. olgae
Ovnatanova et Kuzmin, 1991; P. vjalovi Zvereva,

P, krutoensis Kirilishina et Kononova, 2010;

P. macilentus Kuzmin, 1993; P. makhlinae Kirilishina
et Kononova, 2010; P. maximovae Ovnatanova et
Kononova, 1996; P. menneri Kirilishina et Kononova,
2010; P. obruchevae Kirilishina et Kononova, 2010;

P, siratchoicus Ovnatanova et Kuzmin in Menner et al.,

(dopmupyercs us mpu-
IOHHBIX 0OMTaTETEN
MeCTOOOUTaHMUA

MIIIb — ckynpnTupo-
BaHHBIX [IPEJCTABNTE-
nen)

kova, 1989

BUTeIEN) 1992; P. subincompletus Ovnatanova et Kononova, 1996
P. brevilamiformis Ovnatanova, 1976; P. praepolitus Kononova et Alekseev, Barskov et Reimers, 1996
D P, efimovae Kononova, Alekseev, Barskov et Re- P, colliculosus Aristov, 1985; P. costulatus Aristov, 1985;

imers, 1996; P. ilmenensis Zhuravlev, 2003; P. lingu-
latus Ovnatanova, 1976, P posterus Kuzmin, 1995;
P, reimersi Kuzmin, 2001; P. rudkinensis Ovnatano-
va, Kononova, 1996; P, strictus Kuzmin et Yurtchen-

P, ettremae Pickett, 1972; P. churkini Klapper et Lane,
1985; P. imparilis Klapper et Lane, 1985; P. komi Kuz-
min et Ovnatanova, 1989; P. planarius Klapper et Lane,
1985; P rez'tlingeme Ovnatanova et Kononova, 2008;

P, sublatus Ulrich et Bassler, 1925; P, torosus Ovnatano-
va et Kononova, 1996

P. azygomorphus Aristov, 1985
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ITo Mepe ymaneHHOCTH OT Gepera:

6uodauuns A bopmupoBanacp u3 oburarenei
npubpexHoit KpaiHe MenKoBogHOI obmactu (MI).
B Heit mpeobnafanu npencraButenu popa Icriodus,
IpeMYIeCTBEHHO SHIeMUYHbIe (HallpuMep, A/IA PaH-
Hedpanckoro Bpemenu — Icriodus vitabilis Nazarova,
1997; I. xenium Nazarova, 1997), ux cogep>kaHue B
KOMIIJIEKCAX MOXET COCTaBIATD 1o 100%, Tak>xe MOTyT
IpUCYTCTBOBATh penkne Pelekysgnathus (10-30%);

6uopayus B cknagpiBaeTCs U3 HaCe/IeHNA IBYX Me-
croobutanuit (MI n MII): moMumo kpaitHe MeIKOBOJ-
HbIX 9HeMMKOB 13 MI (ripexcraBurenu popa Icriodus u
penkue Pelekysgnathus), oHa COmep>XUT IpefcTaBUTeNeN
IPUIIOBEPXHOCTHBIX SMUIIETTATNYECKUX BUIOB-KOCMO-
nonutoB u3 MII, nmpenmyiectBeHHO ponoB Icriodus
(mo 60%) (I. symmetricus Branson et Mehl, 1934 (¢ppan);
I. expansus Branson et Mehl, 1938 (panuuit ¢ppan);
I alternatus Branson et Mehl, 1934 (nmosguuit dppan)
u 1p.) u Polygnathus (VX TIpUCYTCTBUE B KOMIUIEKCAX
He3HauuTenbHo — 10 10-20%). KoHOJOHTBI-KOCMOIIO-
JINTBI U3 IPUIOBEPXHOCTHOTO MecToobutanus (MII)
BCTPEYAIOTCs TAKXKe BO BCeX 61odarysix, OmMcaHHbIX
Hioke. 910 Polygnathus alatus Huddle, 1934; P. alvenus
Ovnatanova et Kononova, 1996 u fip. (trabnuia). MHorue
Bupbl popa Polygnatus (P. alatus Huddle, 1934; P. alve-
nus Ovnatanova et Kononova, 1996; P. brevis Miller et
Youngquist, 1947; P. krestovnikovi Ovnatanova, 1969; P
politus Ovnatanova, 1969 u fip.), IPUCYTCTBME KOTOPBIX
ObITO CHayasIa yCTaHOBJIEHO B METTKOBOJHBIX (PpaHCKMX
OT/IOKEHMAX LEHTPa/TIbHBIX PalioHOB BocTouno-EBpo-
neiickoit mwiargopmel [OBaranoBa, KoHoHOBa, 1999],
no3gHee 0OHapyXeHbl BO PPaHCKUX OTIOXEHMUAX
Peitackux CrraHILIeBBIX TOpP B CTPATOTUIINYECKUX pas3-
pe3ax KOHOJJOHTOBBIX 30H BePXHEro fieBoHa [Ziegler et
al., 2000];

6uogauyus C conep>XNT MaKCUMYM 9K3eMIILIPOB
I/I/IKMX ¥ CTabOCKY/IbIITUPOBAHHBIX IIPEICTaBUTEIeN
pona Polygnathus — 40-100% ot o61iero 4yycia npu-
cyTcTByRomux popm (Hanpumep, P. ljashenkoi Kuzmin,
1995; P. macilentus Kuzmin, 1993 u fp.) (tabnuna),
IOCKOJIbKY HaJ MecCTOM ee GOpMUpOBaHUA Oblna
pacrono)eHa OCHOBHasi 30Ha nx oburanus (MlIlla).
[Tomnmo Hux B 6uodanum C OpUCYTCTBYIOT U NPU-
IIOBEPXHOCTHBIE KOCMOIIONUTHBIE GOPMBI MECTOOON -
Tanuga MII;

6uogauyus D BKIIOYaET IPENMYIIECTBEHHO CKYIIb-
NTUPOBAHHBIX IpeficTaBuTesieit poga Polygnathus, nx
KO/m4ecTBo cocrapiseT 40-100% ot obuiero 4mcna
npucyrcTBylomux ¢opm (P. efimovae Kononova et al.,
1996; P. colliculosus Aristov, 1985 u nip.) (Tabnuua) us
3onbl MectoobuTanus MIIIb. B HekoTopom KonmuecTBe
B 9TOJ 610daIiyt MOTyT IIPUCYTCTBOBATh KOHOJOHTBI
C MeHee ITTyOOKMX yPOBHel — ITIafIK/ie IOJIUTHATYChI 1
IPUIIOBEPXHOCTHBIE (POPMBI;

6uopayus E onpepensieTca MaKCUMalbHBIM
HNPUCYTCTBUEM IIpeicTaBUTENEN pofa Mesotaxis, co-
CTaBIARINX B KoMmIuiekce 20-60% or o61ero 4mcia
HPUCYTCTBYIOMINX (GOPM, HO €CTh TAK>Ke ¥ ITO/IUTHATYChI
C MeHblIIeil ITyOMHBI ¥ IPUIIOBEPXHOCTHBIE (OPMBI.

Bo BTOpOII MONOBUHE PpaHCKOro Beka pop Mesotaxis
BBIMEp, 110 BCEJl BEPOSATHOCTH, €r0 9KOTOTNYECKYIO
HUIIY 3aHAIU CKY/IbITUPOBAHHbIE NPe/CTAaBUTENN
pona Polygnathus ¢ mupoxkoit mnardopmoit (P. collicu-
losus Aristov, 1985; P, costulatus Aristov, 1985; P. komi
Kuzmin et Ovnatanova, 1989; P. torosus Ovnatanova et
Kononova, 1996 u np.);

6uogayus F nokaspiBaeT peobaaHe poyoB An-
cyrodella i Ancyrognathus, X cofiep>kaHue B KOMIUIEKce
coctasset o 25%. Kak u B npenbigymert 6nodanm,
3/1leCb MOTYT IIPUCYTCTBOBAaTbh KOHONOHTHI C Ooee
BBICOKUX YPOBHEN — IIOJIMTHATYCHI, ME30TaKCUCHI 1
VIKPUOJYChI-KOCMOIIOIUTHI;

6uodayus G oTBe4aeT PacIpOCTPAHEHNIO TIpef-
CTaBUTeJIel OTHOCUTEIBHO ITyOOKOBOHOTO pona Pal-
matolepis, conep>kaHye KOTOPBIX cocTapyseT 15-100%.
Ho B He60/1b1I10M KOJTIYECTBeE 3[1eCh MOTYT CKAIlINBaTh-
s KOHOJIOHTBI CO BCeX CTPATU(VKALMOHHbBIX yPOBHEIL.

3aMeTuM, 4TO TPAaHUIBI MEeXAY Ouodanusammu
HepesKue, BCerzia IMEIOTCs ITepeXOiHble 30HbL. B pait-
OHaXx, I7ie 3TV 30HBI MPOTSKEHHBIE, MOYKHO BBIJIETATH
IOIOTTHUTENbHBIE CMelllaHHbIe 6uodarunu, Kak 3To
CHIeTTaHO B NPEABIAYIMX NYOIMKaIAX, HaIpUMep B
[Kupunmumuna, KonoHoBa, 2004]. IIpencrasurenn
6oree MeNKOBOJHBIX YpOBHell (KpoMe 6modarnum A)
B HEOO/IbLIOM KOMMYECTBE MOTYT OBITh BCTPEYEHBI B
6oree TIy60KOBOIHBIX OTNOXeHMAX. Ho rry6okoBox-
Hble TAKCOHBI MOTYT IIPOHMKATb TY/a, Ifie paHee ObUIO
MEJIKOBOJIbe, TOJIbKO B pe3y/bTaTe TPaHCTPeCcCuil u
CBOMM IOsIBJIeH/IEM MapKVPYIOT M3MeHeHMe THIIa 6110-
¢anym. Ha nsyyenHom marepuane (6nogpanun E, F, G)
IpOLIeHTHAasl COCTAB/IANIAs POLOB, OIpPENeIIOINX
OTHOCUTE/IBHO ITyOOKOBOAHYIO 6110¢alio, HeBeNKa,
TaK Kak 9Ty Tuisl 6uodanmit Ha BopoHexxckoit aHTe-
K/IM3€ IPOSIB/ISIOTCA TOIBKO BO BPeMs TPaHCTPeCCHIt.

[ToguepkHeM, 4T0 OMOd ALV BBI/IEIAIOTCA 110 IIpe-
00/1aTaHIo, a He I10 IPUCYTCTBUIO ONIPefie/IeHHBIX TaK-
COHOB, IIpMYeM BaKHO MX IPOLIEHTHOE COOTHOLIEHE:
yeM OOJIbIIE BULOB 13 METKOBOJHOTO MECTOOOUTaHMA,
TeM Omxe 6uodannsa k 6epery u Hao60poT. OcTaTKN
KOHOJIOHTOB VI3 IPUIIOBEPXHOCTHOJ SMMIIeTaT NI CKOI
00671acTV OOUTAHUA MOTYT BCTPEYAThCS I B ME/IKOBOJI-
HBIX, I B OTHOCUTE/IBHO ITyOOKOBOJHBIX OT/IOKEHUX,
HO 6OJIBIIMHCTBO TAKCOHOB 6110(aIVIV IIPOUCXORUT U3
IPUJJOHHBIX MECTOOOUTAHMII I MIMEHHO OT HuX Oyfer
3aBUCeTb ee THIL.

B npeparaemort HaMu MOz He BbIfie/ieHb! pudo-
Bas 1 3apucosas 6rodaluy, OTMedeHHbIe B MOJE/IAX
Apyrux uccneposareneit [Druce, 1969; Xanbsimbamxa,
1981], n3yyaBumx paspesbl Ha IPaHNIIAX TeKTOHMIYe-
CKMX CTPYKTyp. O6/1acTh HallleTo UCC/IeTOBAHNS HAX0-
ANUTCA Ha IIaTopMe, Ifie He ObIIO KPYITHBIX pr(OBBIX
ten. Tak, pox Belodella, KOTOpBIIT 9acTO aCCOLMMPYETCS
¢ pudoBbiMu 6nodanmsimu [Druce, 1969; Xansimbamxa,
1981], Ha BopoHeXcKoil aHTeK/I3e BCTpeYaeTcs B He-
3HaYNUTeNIbHOM KomudecTBe. Kpome Toro, pyrue npep-
CTaBUTENM HeITaTPOpPMeHHbIX 91eMeHTOB (Mehlina,
Ligonodina n pp.) B paspesax QppaHCKUX OTIOXEHUI
BopoHe)xckoit aHTeK/MM3bI 0OBIYHO BCTPEYAIOTCS efy-
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Puc. 4. PactipenienieHue BbIfjelleHHBIX MUKpodaruit Ha 6atuMeTpudeckoM npoduie CTaHAApPTHOM MOJenu KapOOHaTHOI m1aT(OpMBL,
mopenb — 1o [Yexosuy, 2010].
Muxpodanun: 1 — JOTOMUT C PeIMKTOBBIMU yIaCTKaMI M3BECTKOBOIO MafCTOYHa; 2 — CTPOMATOMUTOBDI OayHCTOYH; 3 — MHTpa-
K/IaCTOBBIIl HECOPTUPOBAHHbI TPEIH-PYACTOYH (BHYTPEHH:A CTPYKTYpa MHTPAKIACTOB — MaJi-BaKCTOYH); 4 — MOMMOMOK/IACTOBBII
(IpenMy1eCTBEHHO 6PaXNOIOf0-0CTPAKOKOBDII) IPEIfHCTOYH; 5 — IMOMMOMOKIACTOBbII ([IPENMYIeCTBEHHO 6paXxiOMOfOBLIIl) TAKCTOYH;
6 — BAaKCTOYH; 7 — IIMHUCTBII MaICTOYH; 8 — M3BeCTKOBasI INIMHA (37,eCh MUKpodanuy 7 1 8 COOTBETCTBYIOT IMTOIOTNYeCKOI darum 7
Ha puc. 3)

HIYHO, OOBIYHO B BMJie 0OJIOMKOB, IO3TOMY B HAIINX
pacyeTax Takye 37IeMEHTbI He YIUThIBAJIVCh.

JleliCTBUTENIBHO, B YCTIOBMAX MEIKOBOFHOTO Oac-
CeliHa, HaXOMVBIIETOCA Ha M3y4aeMOM TeppUTOPUM,
ceVIMeHTalMA XapaKTepusyeTcs KpaliHe HU3KOII CKO-
POCTBIO U IUCKPETHOCTBIO (IPEpPhIBUCTOCTBIO), YTO
CO3/1aeT YCIOBMSA IJIS JONTOJ SKCIO3MIMYU M YaCTBIX
IIepeMbIBOB OcajiKa. B pe3ynprare aToro pamudopmHbie
37IeMEHTBbI OOBIYHO 0OTaMBIBAIOTCA U KpailHe PefKo
COXPaHAITCA NOMHOCTDHI0. COIIACHO TMTONIOTMYECKIM
JaHHBIM, YIJIbI HAKIIOHa MOPCKOTO JAHA B Ipefenax
U3y4aeMOJl TEpPUTOPUM B IeBOHCKOE BpeMsI ObIIM He-
60ompIIMY (YTO XapaKTEPHO /11 SAMMKOHTYHEHTATbHbIX
0acceitHOB), aKTUBHbIE Te€YeHUs He ObUIM PA3BUTHI,
II03TOMY KOHOJOHTOBbIE 3JIEMEHTBI He MOIJIN Iepe-
HOCUTbBCS aTIeKO.

Il 6o7mee TOYHOI KapTUHBI IIPU MOACYETE MPO-
LIEeHTHOTO COOTHOLIEHMS TaKCOHOB, BUAMMO, CIefyeT
MICK/TIIOYATh U3 PAacyeTOB KOCMOIONNUTHBIE BUBI Me-
crooburanus MII. Kpome Toro, mpu aTux mopcyerax
OBbIIV MCK/TIOYEeHBI HellTaTpopMeHHbIe (paMu@OopMHbIe
U [Ip.) 971eMEeHTBI, 9K3eMIULIPBI IIOXO0J COXPAaHHOCTH,
ompenienieHHble Kak Gen. et sp. indet, P, sp. indet, 1 06-
pasLibl, COfieprKalliyie TONbKO OAVH 9K3eMITISP U3 Yicia
paccMaTpuBaeMbIX POJOB U BUMIOB.

JTumonozo-cedumenmayuonHoe 060cHoéanue
npeonazaemoii mooenu. 3aMeTM, 4YTO COBPEMEHHBII
YPOBEHb VICCTIeJOBAaHMII TpeOyeT KOMIUIEKCHOTO IOf-
XOfla K M3Y4eHNIO re0OrnIecKrx paspe3oB. Panee mst
psfa M3y4eHHBIX CTPATUTPadUIeCKIX TOC/IE0BATEIIb-
HOCTeJ HaMM ObIJIO COIIOCTaB/IEHO Pa3BUTIE KOHOJOH-

TOBBIX 6110daryit 1 MUKpodaL it KapOOHATHBIX IIOPOJ
BepXHe[IeBOHCKIX oTIoxKenuit [ Kupunmimna, Kaprosa,
2004; Kupunninsza u gp., 2010; Kirilishina et al., 2011a,
b; Kupunnmmna u fp, 2012].

Ha nsy4aemoii TeppuTopym ocajjouHbIe OTIOKEHVIA
JINTONIOTMYECKY TIPEICTAaB/IeHbI YepefloBaHMeM KapOo-
HATHBIX U IJIMHUCTO-KapOOHATHBIX TOJII Pa3TMIHBIX
CTPYKTYPHBIX TUIIOB C PeJKMMMU U MaTOMOIIHBIMMN
IpOCIOAMM 00/10MOYHBIX IOpOA. ITo pesynbraTam
VICCTIEJOBaHMsA BBIfIeTIeHbI pasHble (palyiabHble 30HBI
OacceitHa (30HBI 3a/IMBHO-/IATYHHOTO METKOBOAbS, OT-
MeJIeit, MeIKOBOJZHOTO U OTHOCUTE/IBHO IITyO OKOBOJJHO-
ro menbga) ¢ XapaKTePHBIMM /ISl HUX MUKPODAIIAMU
KapOOHaTHBIX TOpofi. Kpome Toro, BEIIIONTHEHA OLIEHKA
OTHOCHTE/IbHBIX 3HaYeHMIT 1a/Ie0r/TyOHBI 6acceitHa U
VX Bapualuit BO BpeMeHM [0 IMTOMOTMYECKIM JAHHBIM
[Kupunmnummnaa u gp., 2012]. B xayecTBe OCHOBBI UC-
MO/Tb30BaHa CXeMa COOTHOLIEHNUA OaTMMeTpPUYecKIx
30H KapOoHaTHOTO 1enbda U dauyuanbHbIX MOSICOB
[UexoBuy, 2010]. Ha aToT nmpodunb HaHeCceHbI Bbife-
JIeHHbIe paHee MUKpodaruu (puc. 4).

C y4eToM pacnpepie/ieHVsi KapOOHATHBIX MUKPO-
(aumit ¥ KOHOOHTOBBIX OM0aINIi ITO M3yIeHHBIM pas-
pe3aM [MOCTPOeHbI KpUBbIe I3MEHEHsI OTHOCUTETbHO
ITyOMHBI ITaeobacceifHa B €0 KOHKPETHBIX yJacTKax
[Kupmmnimza u fp., 2012]. ConocrasieHne OLleHKN
OTHOCUTE/IbHOI ITyOMHBI pacCMaTPUBaEMOrO y4acTKa
OaccelfHa Ha OCHOBE IIOJTyYeHHbIX [1aJIEOHTOIOTMYECKIX
Y JINTOIOTMYECKUX HAaHHBIX IIOKA3a/0, YTO OCHOBHBIE
TPAHCTPECCUBHO-PErPeCCUBHBIE MKV COBIAJAOT 1
COOTBETCTBYIOT IIMKaM Ha KPUBBIX KOJIeOaHNUA YPOBHA



44

BECTH. MOCK. YH-TA. CEP. 4. TEOJIOT' V4. 2022. Ne 6

Mops A Beeit Bocrouno-EBpomneiickoit mmaTgopmbl
[PopmonoBa u gp., 1995] u pns geBona EBpoamepuxnu
[Johnson et al., 1985]. Takum 06pa3om, HONTy4YeHHbIE
Ppe3ynbTaThl B3aMMOOIIOTHSIOTCSL.

3aMeTuM, 4TO MOAOOHBIE NCCIENOBAHNUA IPOBO-
IOVJTUCH 110 MaTepuanaM OFHOBO3PACTHBIX OTIOKEHUIA
B IPYTMX peruoHax, 6modannaapHbie Mojenyu ObIIN
IeTann3MpoBaHbl, [IOKa3aHa TAaKKe B3aMMOCBS3b /M-
TOJIOTMYECKUX U O6rodalmanbHbIX TaHHBIX [Sobstel et
al., 2006; Co6ornesa u ap., 2018].

3akmoueHnne. PaccMoTpeHMe IPUHIIUIIOB IIO-
CTPOEHUsA IATe09KOTIOTNYECKIX MOJieiell 0OUTaHMs
KOHOJIOHTOB IIO3BOJIMJIO IIPEA/IOXUTDh CXeMY, B KO-
TOPOJI YYTEHBI MOMOXUTENbHbIE 3/IEMEHTBI MOJETNeEN
IpeRbIYIIX MICCIeoBaTeel, a TAK)Ke CYMMMPOBAHBI
JaHHBIE O KOMIUIEKCaX KOHOJJOHTOB U INTOTOTMYECKIX
0COOEHHOCTSAX BMEIAIOMIVX TOJII, IOTyYeHHBIe IIPH
usydeHuy (GpaHCKUX MEIKOBOJHBIX pa3pe3oB Bopo-
HEXXCKOJ aHTEK/IN3bL.

B coorBeTcTBUM € pa3pabOTaHHOI MOJENbIO CY-
IIeCTBOBAJIU TPU OCHOBHBIE obOmacTu obutanus: MI —
npubpeXxHasi KpaitHe MeJIKOBOJHAsI C IpeobiafaHneM
BUOB-3HJeMIKOB; MII — mpunosepxHOCTHasA 31u-
nejarnyeckasi, HaceJleHHasi BUaMU-KOCMOIIONUTAM;
MIII — npenMyIlecTBEHHO NPUIOHHAsA, COfleprKalas
P pa3HOITTyOMHHBIX YPOBHeIL. B ocagouHbIX mopopax
BopoHeXcKoit aHTEK/IM3bl 3Ta MOMIENIb OTPaXKaeTca B
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