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AHHOTAIUS

B pabote BriepBbIe MpoBeeHA TUMH3ANMS 110 (DYHKIIMOHATHHOMY KPUTEPHIO 3alIUTHBIX
CTPYKTYp MIIIAaHOK W3 YeThIpeX oTpsuoB — Trepostomata, Cryptostomata, Fenestrata u Chei-
lostomata. IlpemmoxenHnas kinaccuuKanys BKJIIOYAET IIATh TPYII, OTBEYAIONINX 3a: 1) cHU-
JKEHHUE JIaBJICHUS BOJIBI; 2) YBEJIIMUCHHE ITUTAIOMIEH TUIOIIA I 32 CUET BO3PACTaHUS PACCTOSHUS
MEXJy anepTypamMH aBTO300HJOB, IOBBIIIEHHE YCTOMYMBOCTH U LEIOCTHOCTH KOJIOHHH, €€
yKperieHne; 3) pu3ndecKyro 3aluTy MOINNHIa, TPUKPEIUICHHE MYCKYIaTypbl; 4) OTITyrHBa-
HUE XUITHAKOB; 5) (PU3MUECKYIO 3aIIUTY OT XUITHUKOB, OYUCTKY OT OCAJKA, THINHOK 1 MEJIKHX
0ecr03BOHOYHBIX. AHAIN3 3BOJIIOIINU I'€TEPO300UI0B, CTHIICH 1 aBUKYJISIPHIA TTOKa3aJ HOsBIIC-
HHE JUINTEIBHO CYIIECTBYIOMINX ITOIUMOP( B paHHEM OPJOBHUKE, ITO3JHEM JICBOHE U paHHEM
meny. Cpenu abHOTHYIECKHX M OMOTHYECKUX (paKTOpoB HanOoliee BIMSIONIMMHU HA IBOJIONH-
OHHBIC U3MEHEHHUSI MIIAHOK ObLTH KojieOaHMsl ypoBHS MHpPOBOTO OKkeaHa, KJIMMaTa, o0bema
(PUTOTUTAHKTOHA M COCTABA XHUIITHUKOB. J{JIs 3aIIUTHI OT XUIIIHUKOB y MIITAHOK (hOPMUPOBAIHNCH
OTIYTHBAIONINE CTHIN M (U3HMUYECKH TPEMATCTBYIOMINE MOENAHHIO TeTEPO300UABI PA3HBIX
Moan¢ukanuii. Bo3HNKHOBEHNE aBUKYJISIPHHA U TMOJOOHBIX MM T€TE€PO300HI0B IPOUCXOIIIIO
HEOIHOKPATHO: B PaHHEM OPJIOBUKE W PaHHEM JIeBOHE y (heHecTpar, B cepenuHe kapOoHa y
KPHUNTOCTOMAT, B HaYaJle MeJla y XeHI0CTOMAT.

KiiroueBble ¢JIOBa: MITAHKH, TETEPO300CIINH, aBUKYIIIPHH, OPJOBUK, ICBOH, IEPMb, MEI,
9BOJTIOLINSI, CTHIIN 3aI[UTHL.

BBenenune

Mmaakn (Bryozoa) — KoJlOHWaTbHBIE OPTaHU3MBI-(QHIBTPATOPHI, HanbO-
yee pazHooOpa3HO TMpeACTaBIeHHBIE B OEHTOCHBIX dKocHucTemax. KomoHun 3Tux
0eCIT03BOHOYHBIX TOCTPOEHBI MATAIONINMHU 0COOSMH — aBTO300MJaMU M HE THTa-
OIUMHA — TeTepo3oouaamMu. JIro6ass 0coOb KOJIOHHM COCTOUT W3 Tonumnuaa (Imoi-
HOTO WJIM PEeAyLHHUPOBAHHOTO), 00pa30BAHHOTO MATKUMHU TKaHSMH, HE COXPAHSIO-
IIUMHUCS B UCKOTIAEMOM COCTOSIHHH, U ITUCTHUIOM, KOTOPBIH mmocie $oCcCuiin3anun
Ha3pIBaeTCcs 300emueM. Tun Bryozoa Ehrenberg, 1831 BkirodaeT Kiracc mpecHO-
BOAHBIX MIaHOK — Phylactolaemata Allman, 1856 6e3 MuHEpadbHOTO CKeleTa U
IIBa Kj1acca MOpckux — Stenolaemata Borg, 1926 m Gymnolaemata Allman, 1856 ¢
00BI3BECTBICHHBIMHU CTEHKaMU 3001M10B. K cTeHoeMaTaM OTHOCSTCA peruMyIiie-
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CTBEHHO I1aJICO30MCKO-ME3030lCKHE OTPsAbl, BEIMEPIIUE B CEPEAMHE JACBOHCKO-
ro nepuoaa (Esthonioporata Astrova, 1978), konue nepmckoro (Fenestrata Elias
and Condra, 1957) unu na nporsxenun tpuacosoro (Cryptostomata Vine, 1884,
Cystoporata Astrova, 1964, Trepostomata Ulrich, 1882) [1]. [lo nacTosuero Bpe-
MEHH U3 CTEHOJIeMaT J0XKUJ equHcTBeHHBIH oTpsia Cyclostomata Buck, 1852, 3a-
poauBLIMiics B oproBuke. PazHooOpaszue COBpPEMEHHBIX 'MMHOJEMAT OrpaHuye-
HO MmaHkamu u3 orpsga Ctenostomata Buck, 1852, uzBectHoro ¢ oploBuka, u
Cheilostomata Buck, 1852, po3nukuiero B meiaoBom nepuoje [2]. Kaxuasiii oTpsn
OTJIMYAETCS ONPEACIICHHBIM HAa0OpOM I'eTepO300UI0B C Pa3JINYHBIM CTPOCHUEM H
npeaHasHaueHuem (puc. 1).

Otpsn Trepostomata Otpsx Cryptostomata
a2,

J

)
W

DKennazooenunii %\\ | %/:JJJ Me3o3zooermi
\ govs

l'lté;man I/ %gﬁ— ABTO300M 13
nadparma [ [ 7 4
p c:\ f/ Iemudparma

TexkTu3ooeinii

F&‘} - AKaHTOCTHIIB Qceroii z00emmii
Aneptypa

ABTO300M/1A lemndparma /AKaHTOCTHJII:
MeTazooeuni

Jlogotop - Jlohoop

ABTO300H 14 s W [r ~ AnepTypu aBTO300HIa

(4acTh MONKMKIA) . N . ME30300e1Hs (4acTp noMHIKAA
Ortpsg Fenestrata Ortpsg Cheilostomata
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Jloodop
ABTO300H/1a

(4acThb MOJAMIMIRA) ABHKYISpHiA
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Jlododop
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(vacTh nonunmuaa) Aneprypa
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Kunesoit
Oyropok

Puc. 1. IlpuHnunuanbHble CXEMbl CTPOCHHS KOJOHHUI HMCKOMAaEeMBIX MIIAHOK M3 Pa3HbIX
OTpsLI0B

MILIaHKH XapaKTEepU3yIOTCs A0JIT0H ABOJIIOLMOHHON UCTOPUEH Pa3BUTHS IIOUTH B
500 muH net [1, 3, 4]. Ux Ouonoruyeckuid ycnex oObsCHSIETCS KOJIOHUAIBHOM opra-
HU3alMEH, paciipeaenacHieM (yHKUNN MeX Iy CTPYKTYpPHBIMH €IMHULIAMH KOJIOHUH U
Pa3TMYHBIMA THITAMH JIMYUHOK [5, 6]. PazBuTie pa3sHOOOpa3HBIX 3alIUTHBIX CTPYKTYP
(reTepo300110B, CTHIICH, ABUKYJIIPUEB) CTAJI0 OAHUM U3 IPUOPUTETHBIX HAIIPABICHUH
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SBOJIOLMH THIIA MIIAHKK Ha NPOTSLKEHUK Beero (paneposos. B cratbe paccmarpusa-
IOTCSl HBOJIIOLMOHHBIE U3MEHEHUS B YHCIECHHO JOMUHHUPYIOIIUX MaI€030HCKO-ME30-
30iickux orpsiaax Trepostomata, Cryptostomata (kiacc Stenolaemata), mangeo3oiickom
Fenestrata u me3o-kaitHo3oiickom Cheilostomata (kiacc Gymnolaemata) Ha crieny-
IOLMX BPEMEHHBIX OTpe3KaxX: OpJOBUK, MO3/IHUI JI€BOH — paHHUI KapOOH, epMb U
Mell. BeiOop JaHHBIX HHTEPBAJIOB OIPEAEIICH IPUYPOUYCHHOCTHIO K HUM KPYITHEHIITHX
MacCCOBBIX BEIMUPAHHHA Cper OMOTHI 3eMJITH U IPUHIUIHAIBHBIX IEPECTPOEK Y TPEa-
craButeneit Timna Mmanku (puc. 2).

Konuuecrso
ponos

200 - BCe OTpsA/iBl Kacca Stenolaemata

otpsy Cheilostomata knacca Gymnolaemata

orpsan Cyclostoata knacca Stenolaemata

150 4

100

504

* *
Opnosuk__| Cuayp | Jleron | Kapbon | IepMb
T

I
T T T T
450 350 250 150 50 mnn. et
(BHe MacuiTaba)

*
Tpuac | 10pa | Men [Maneoren]

Puc. 2. PogoBoe 0orarcTBO MCKOMMaeMBIX MIITAHOK M COOBITHS KPYITHEHITNX MAaCCOBBIX BBIMH-
paHwmii (3Be3/161) Ha MPOTSHKEHUH OPJIOBHKA-TIaNeoreHa. Anantuposano u3 [1, 7, 8, 9]

Lenpb HacTosIeH paboOThl — THIM3ALUS 3AIIUTHBIX CTPYKTYP MIIAHOK U3 TOCTIO/I-
CTBYIOIIUX TMAJICO30MCKUX M ME30-KaHHO30HCKUX OTPsAZ0B MO (DYHKIIMOHAIBHOMY
Kputeputo. OCHOBOM MOCITYKHJIM aBTOPCKHE KOJUIEKIMK U3 6onee yeM 50 mecToHa-
XOXKJIEHUW pa3HOro Bo3pacTa ¢ Tepputopuu EBpasuu, Mmy3eiiHble MaTepualbl U JINTe-
paTypHbI€ JaHHbIE.

@parMeHThl KOJOHHMM HCKOMAEMbIX MIIAHOK H3y4alld MNPEUMYLIECTBEHHO IIO
OPHEHTHPOBAHHBIM IITU(aM METOIIOM CBETOBOW MHKPOCKOITUH TIPU PA3IHYHBIX yBeE-
muaeHusX. OTHeIbHbIE KOJOHUH JTH00 (pparMeHThl KOJOHUH OMUCHIBAIH IO PE3Yib-
TaTaM CKaHUPYIOLIEH AIEKTPOHHOW MUKPOCKONHUU M PEHTTEHOBCKOW KOMIIBIOTEPHOU
MHUKpoTOMOrpaduu. DTH HccieqoBaHus BbINONHEHB B PecypcHom nentpe CaHKT-
[etepOyprckoro rocynapcTBEHHOTO yHUBEpcHuTeTa «PeHTreHoandpakinoHHbIe METO-
IIbl MiccienioBanus» 1 HayuHo-oOpa3oBarenbHOM eHTpe «lnarHocTuka CTpyKTyphl U
CBOICTB HaHOMaTepHayioB» KybaHCKOro rocy/1apcTBEHHOTO YHUBEPCHUTETA.

1. OpaoBux

HOCTOBepHLIe HaXOIKU IMEPBLIX MITAHOK M3BECTHBI N3 HUKHCOPAOBHUKCKUX OTIIO-
xxeruit FOxxaoro Kurast [4, 10—12] u bantockanauu [ 13, 14]. Haubonee MHOTOYHCIICH-
HBI U Pa3HOOOpa3HbI B OPAOBUKCKHX aCCOIMAIUAX TPEMOCTOMATHI U KPUITTOCTOMATHI.
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B MaccHuBHBIX, BETBUCTHIX, HHKPYCTHPYIOLUIMX KOJOHMSAX TPEIOCTOMATHBIX MIIAHOK
noauMop¢u3M ObLT BBIpasKeH Me30300Hu1aMu (Haripumep, poast Diplotrypa Nicholson,
1879, Dittopora Dybowski, 1877) unu sxcnisizoongamu (poabl Anaphragma Ulrich
and Bassler, 1904, Cyphotrypa Ulrich and Bassler, 1904, Monotrypa Nicholson,
1879). D1u TpyOUaThie CTPYKTYPbI TOJUTOHATBHOTO CCYCHUSI PACTIONAraiCh MEKITY
ABTO300UJ[AMH B OJIUH MJIM HECKOJIbKO PsijioB (puc. 1, a, u puc. 3, a, 0).

Puc. 3. CTpyKTypbl B KOJIOHUSX OPJOBUKCKHUX MIAHOK O0Tpa0B Trepostomata u Cryptostomata
(BepXHHUH OpPIOBHK, CAaHIOWICKHUU sIpyc, XpeBHIIKas cBUTA; JIeHWHrpanckas obmacte P,
p. Xpesuna): a, 6 — Diplotrypa abnormis (Modzalevskaya, 1953), sx3. IITHUI'P my3eii,
Ne 4/13403; 6, 2 — Nematotrypa robusta (Spjeldnaes, 1984), sx3. [IHUT'P my3eit, Ne 1/13403;
0 — Prophyllodictya khrevitsa Tolokonnikova et Fedorov, 2023, sx3. LITHUI'P wy3eit,
Ne 16/13403; e, oic — Amplexopora sp., 3x3. HTHUI'P myszeit, Ne 11/13403. YenoBuble 0603Ha-
YeHHS: A — amepTypa aBTO300eImst, AK — aKaHTOCTIIb, | — remudparma, /| — auadparma,
M — me30300enmit, Me — me3oTeka, 11 — maypoctmns, T — Textr3zooenuii, 1 — mctudparma

OTunTeIbHONH 0COOEHHOCTHIO ME303001/10B SBIISUIOCH HAJTMYHE B X MOJIOCTAX
MHOTOYMCICHHBIX auadparm [15]. Y skcuiszoounoB auadparMbl OTCYTCTBOBAIIN
(puc. 1, a). Oba THma reTepo300rI0B CIOCOOCTBOBAIH YIIOPAIOYCHHOMY PaCIOIOKe-
HUIO aBTO300M/I0B, TEM CaMbIM TOBBITIAS 3 (heKTHBHOCTH muTaHus [16]. Mx mpucyT-
CTBHUE B KOJIOHHH TAKXKe CITOCOOCTBOBAJIO €€ YCTOWYMBOCTH [1]. AHanmornyHble hyHK-
UM B KOJIOHUSAX KPUITOCTOMATHBIX MILIAHOK, BEPOSTHO, BBIMOJHSAIN TEKTH300MIbI,
Hanpumep, pon Nematotrypa Bassler, 1911 (puc. 3, 2) [21].
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Oenectparel  moxporpsina  Phylloporinina  omin4amuck  0coObIM  THUIIOM
reTepo300oUI0B — JienTo3oougamu [17]. Dt TpyO4arbie CTPYKTYpPbl OKPYIJIOTO
cedeHus 0e3 auadparM pacroyiarajiiuch B 9K3030HE KOJIOHUH xaoTudHO (pox Phyllo-
porina Ulrich and Foerste, 1887). Cuutaercsi, 4T0 OHH KBHBAJCHTHBI aBUKYJISPHSIM
XEUIIOCTOMATHBIX MIAHOK [ 1, 17].

BrsiuuBanue nogodopa miynaner B Kamepy LUCTHIA U €ro BBITSTHBAHHUE JIJIS
yAaBIMBAHUS MHUIIEBBIX YACTULl MPOUCXOAUT 3a CUET MycKynarypsl. CyllecTByeT
MHenue [18, 19], 4ro y nckomaeMbIX MIIAHOK MBIIIIBI KPEUINCh K JaTepaTbHBIM
BBIPOCTAM CTEHOK LIMCTHJA — AMa-, LIUCTHU-, reMudparmam, remucentam (puc. 1, a,
0 u puc. 3, a, 8, dc), IEPEKPHIBAIOIINM IOJIOCTh KaMEPHI MOJHOCTHIO WIIM YacTHY-
HO. VIX MHOTOYMCIEHHOCTh OOBSICHSCTCS JereHepaluei Moaunuaa B pacTyIleM Lu-
CTHJC W JallbHEWIeH pereHepanueil nomunuma [15]. JomomHuTensHO B JIHTEpaTy-
pe oOcyxaaercss mpeIHasHaYeHUE ATUX CTPYKTYp Ul 3aIIUThl MSTKOTO MOJIMIINAA
W JefeHns Kamepsl nonunuaa Ha yacta [1, 20]. JlanHbIe CTPYKTYphI OBIIIM Pa3BUTHI
y TIpelcTaBUTENICH BCEX MaJe030MCKUX OTPsA0B: aAuadparMel — poasl Amplexopora
(rperiocromara), Fistulipora M’Coy, 1849 (uucromnopara), Dianulites Vinassa
and Regny, 1921 (s3cronmonopara), Phylloporina (penectpara); unctudparmsr —
poast Homotrypa Ulrich, 1882 (tpenocromara), remudparmbl — pos Nematotrypa
(kpunrocromara), reMucenTsl — poabl Pseudohornera Roemer, 1876 (dhenecrpara) u
Trepocryptopora Yang, 1957 (kpuntocromara).

Poct cerdathix KoJOHWE KpunTocTtoMar (Hampumep, poxabl Prophyllodictya
Gorjunova, 1987, Stictopora Hall, 1847) npoucxoaui myTeM ABYCTOPOHHETO OYKO-
BaHMS aBTO300U0B BOKPYT ME30TCKH — CPEIUHHOM IUIACTUHKHU € KallWLIsIpaMH MU
0e3 Hux (puc. 3, 0). bunarepanbHbIi I1aH CTPOCHUS MOBbIAT 3()(HEKTUBHOCTD ITUTA-
HUSI, TTOCKOJIBKY J10(o(OpHI LIyTanel pacnoiaraluch Ha 00enX CTOPOHAX KOJIOHUH BO
BpeMst QUIIBTPAIIUU BOJIBL.

[laccuBHYI0 3alIMTy MHOTMX CTEHOJEMAaTHBIX MIIAHOK OOecleuuBaiy pas-
HOTO pojia CTHJIM. AKaHTOCTWIM (Hampumep, poasl Amplexopora Ulrich, 1882,
Anaphragma Ulrich and Bassler, 1904, Nematotrypa) — ToHEeHbKHE CTEPXKHH OIHU-
HAKOBOTO JIMaMETpa Ha BCEM CBOEM IMPOTSHKEHUH C YETKO BBIPAKCHHBIMH CTEHKAMHU
JAMUHAPHOTO WJIM IONEPEYHOTO CTPOCHUS, YACTHYHO BBICTyHAIOIIME HaJl HOBEPX-
HOCTBIO KOJIOHMH B Buje uri (puc. 1, a, 6, u puc. 3, 2, e). BepositHo, npu ®KU3HU
KOJIOHMH OHHU HPEISATCTBOBAIM MX MOCHAHHIO XUIIHUKaMU (pblOaMu, MOJIIIOCKA-
MH, WICHUCTOHOTUMH, UTIOoKOxkuMHU). Cormacuo [21, 22], XHIIHAYECTBO — OFHA
U3 NPUYMH Pa3BUTHUS 3alIUTHBIX Mopdosornyeckux apantanuid. C cepeauHsl op-
JIOBHIKA CTaya 3aKjaabiBaThes nuddepeHnunanys akantoctuie (poasl Heterotrypa
Nicholson, 1879, Mesotrypa Ulrich, 1893) na kpynHble — MakKpOakaHTOCTHIH U
MEJIKHE — MUKPOAKaHTOCTHIIU, SIPKO MPOSIBUBIIASCS Y JICBOHCKUX H 00JIe€ MOJIOJIBIX
TpenoctoMar [15]. OnHako y HEKOTOPBIX MIIAHOK AKAHTOCTHJIM HE PA3BUBAJIUCH BO-
Bce (pon Monotrypa). llaypocTriau Mellbie aKaHTOCTUIICH, 0€3 BRIPAKEHHOTO SIApa U
HECJIOUCTOro cTpoeHusi. OHM U3BECTHBI TOJIBKO Y KPUIITOCTOMAT, HAIIPUMED, Y POJIOB
Prophyllodictya n Nematotrypa (puc. 3, 2).

TakuMm 00pa3oM, QyHKIHOHAIBHOE Pa3/iesIieHHE 300MJI0B KOJIOHWU HM3HAYaJIBHO
CTAaJIO 3aJI0TOM YCIICLITHOTO Pa3BUTHsI TpyIbl. PojoBoe pazHooOpasue MIaHoK ¢ Tpe-
MaJI0Ka CTaOMIILHO MOBBILAIOCH (pHUC. 2), TOCTUTHYB IIMKa B KOHIIE CaH0us — Havyase
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Katus [3, 4]. Yke Ha epBOM 3Tarie 3BOJIOLMHU IPYIIIb HOSBHIUCH PAa3IHYHbIC (HOPMBI
KOJIOHHH (BETBHUCTHIE, IBYCIIOMHO-CUMMETPUYHBIE, CETYAaThIe, MACCUBHBIE, HHKPYCTH-
pyIOLIKE) KaK pe3ysbTaT NpUCocadinBaHus K TeTepOreHHBIM yCIOBUSM BOJHOM cpe-
Ibl oOuTaHus. Hanmuue B mosocTu aBTO300U10B M-, MUCTU-, TeMU(parm, FeMUCEIIT
CIOCOOCTBOBAJIO PEreHEPALIMH U 3aLIUTE MITKOTO MOIUITN/A, PA3BUTHIO MYCKYJIaTyphI
BEHYMKA IIynajelr. JTo, B CBOIO O4epenb, 00eceurnBajo MUTaHUe, a 3HAUYUT, U POCT,
pa3BUTHE KOJOHMM. Y MIIAHOK Ka)KAOTO M3 CYIIECTBOBABLIUX OTPSIOB Pa3jIMuHbIC
1o 00JIMKY TeTepo300U bl (ME30-, IKCUIIS-, TEKTH300U/IbI) BBITOIHSIIN €IMHbIC (QYHK-
LUHM — YKPEIUICHUE KOJOHHM U MOBBIICHUE Y(PPEKTUBHOCTH NMUTAHUS aBTO300MIOB.
AKaHTO- ¥ MaypOCTHIIN CTaJIM HEM3MEHHBIMH CPEICTBAMH «ITAaCCUBHOW» 3alUTHI Ta-
JI€0-ME3030MCKUX MIIIAHOK.

B camom koHIle Op/I0OBHMKAa U3BECTHO KpyIHEHIIIee MacCOBOE BRIMUpaHUE OMO-
ThI, CBSI3aHHOE C IOXOJOAAHMEM Ha IUIaHETe, U3MCHEHHMSIMH YPOBHS MOpS, CO-
Jep KaHusl YIIIEKHUCIIOTO ra3a U KHCJIOpoJa B BOJE, TEKTOHUYECKOH aKTHBHOCTHIO,
yBeJIMYEHUEM OMoMacchl (UTOIIAHKTOHA B KAaTHH, CIIy)Xalllero MULIeH opraHus-
mam-pmisTparopam [1, 3, 4, 23]. Ha Mmankax 3TOT I100adbHBIA KPU3UC OTPa3-
WJICS JOCTAaTOYHO cuiibHO. OHHU NMEpPEeXHSIM TPU BOJHBI BBIMUpAHUH (B Hayaie U
KOHIIE KaTHusl, XUPHAHTE), B T€YE€HHUE KOTOPHIX ncuesno ot 16.0% no 22.7% cyme-
CTBOBABLIMX TAKCOHOB PO10BOT0 paHra [3]. Tem He MeHee Bce M3BECTHBIE C Hayaja
OpJIOBHKA 3aLIUTHBIE CTPYKTYPHI B KOJOHUSAX MIIAHOK MEPEAAINCH UX MOTOMKAM
0e3 KaueCTBEHHBIX U3MECHEHUH.

2. ITo3aHnii 1eBOH — paHHUIT KapOOH

Ha mpotshkeHun cuiypa — JIEBOHA CPEeId MIIAHOK MPOJOKAIHM MPOIBETATh
TPENMOCTOMAThI, MIOCTETIICHHO YCTYyIask SKoJorndeckue Humu ¢enecrparam [5, 19].
3apoauBIIMECcs B OPIOBUKE 3alIMTHBIE CTPYKTYPBI COXPaHAIUCh U MOAU(HUIINPOBa-
JUCHh B KOJIOHUSIX CTEHOJIEMAaTHBIX MIIAHOK, ¥ BMECTE C T€M MPOHMCXOIUIIO HAKO-
IUICHWE HOBBIX MOP(OIIOTHYECKUX aJanTaluil K U3MEHSIOMIUMCS YCIOBHSIM OKpPY-
Karomel cpenbl. To 00yCIOBHIIO BCIUIECK POA00Opa30BaHUsI B KHBETCKOM BEKE
JneBoHCKoro nepuoaa (puc. 2) [1].

B panHeM u cpepHeM JieBOHE OwiarepaibHBIN IJIaH CTPOCHUS KOJOHUU TI0-
Jy4mJI TIHAPOKOE paciupocTpaHEHWE Y NHCTONMoparHbXx (poasl Sulcoretepora
d’Orbigny, 1849, Meekopora Ulrich, 1889) m TpemocTOMaTHBIX MITAHOK (POJIBI
Triznotrypa Lavrenyjeva, 1997, Petalotrypa Ulrich, 1890), a B xoHIIe JeBOHA H
y kpunrocromar (pox Mysticella Gorjunova, 2007) (puc. 4, a). llenTpanbHbie
YaCTH KOJIOHWH JJisl MOBBIIICHUS X YCTOWYMBOCTHU, MPOYHOCTH B YCIOBHSIX aK-
TUBHOM THIPOAMHAMMKH, YBEJIMYEHUS AMAaMETpa KOJOHUH NpeoOpa3oBbIBa-
auck B oceBoi 3ooup (poubl Rhabdomeson Young and Young, 1874, Ipmorella
Goriunova, 1985), my4ok oceBbiXx 300u70B (poasl Ascopora Trautschold, 1876,
Strebloascopora Bassler, 1952, FEodyscritella Troizkaya, 1970 (puc. 4, o))
WM pacUIupeHHyw SHI030HY (pon Rhombotrypella Nikiforova, 1933,
Nikiforopora Dunaeva, 1964). I1osBIsIuCh HOBBIE THITBI TeTep0300MaI0B. CTPYK-
TYpbl, TOJOOHBIC ABUKYISPUSM COBPEMEHHBIX XEHJIOCTOMATHBIX MIIAHOK,
1apa3oou/ibl YCTAHOBIICHBI Y paHHE-CPEHECBOHCKUX pojoB Fenestrapora Hall,
1885 u Mirifenestella Morozova, 1974, oTHocuMBIX K peHecTpaTam [24].
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K KkoHIly J€BOHA y KPHUITOCTOMAT B KOJOHHUSX (DOPMUPOBAIUCH KPYITHbIC Ma-
KpoakaHtocTuiu (pox Rhombopora Meek, 1872) w/unu oOUIbHBIC MEIKUE MUKPO-
akanTocTwd. JluddepeHunanus akaHTOCTHIICH IO pa3MepaM MPOCIIeKUBaIach U y
TpenocroMar (Hampumep, poabl Dyscritella Girty, 1911, Eostenopora Duncan, 1939).
Y HEeKOTOphIX MIIaHOK (poabl Atactotoechus Duncan, 1939, Eridotrypa Ulrich, 1893)
pasMepbl aKaHTOCTUIICH CHMKAMCh Ha ()OHE BO3pACTAHUS UX KOJIUYECTBA HA CIIUHH-
Iy IUIOIIA/IU KOJOHHU. AKTMHOTOCTHIIM — TUII CTHJICH 3BE34aTOr0 CTPOCHHUS B TIOTIe-
PEYHOM CEUEHHH — B Pa3HOM KOJIHMUYECTBE MPUCYTCTBOBAIN B KOJIOHHUSX KPHIITOCTO-
MaTHBIX MIIaHOK (Hampumep, poabl Mysticella (puc. 4, 0), Primorella Romantchuk
and Kiseleva, 1968).

Puc. 4. CTpyKTypHl B KOJIOHHSAX IEBOHCKHX MIIAHOK oTpsmoB Cryptostomata, Trepostomata
u Fenestrata (BepxHuii 1eBOH, GaMeHCKUil spyc): a, 6 — Mysticella sarcosanta Gorjunova,
2007, ax3. IIMH, Ne 1613/695; mamamuazopckas cButa; Apmenwus, . bupamu-Kyseii;
8, 2 — Spinofenestella abyschevoensis (Trizna, 1958), 3x3. Ky3I'TIA, Ne 4a/11.1; TonkuHCKMHA
ropu3onT; KemepoBckas obmacte P®, AGwimieBckuii paspes; o0 — Nikiforovella cavernosa
(Nekhoroshev, 1932), sx3. Kenbuckuit yauepcuret, GIK 2500 (V4-13b); dopmarus Velbert;
T'epmanms, Peitackue ropel, ckBakuHa Velbert, mmyouna 103,8—131,5 m; e — Rectifenestella
rudis (Ulrich, 1890), k3. JIsexckuit ynusepcuret, Ulg 6-2a; dopmamms Yvoir; benbrus,
Junantckuit cuHkimHoOpuit, kapeep Nutons; orc — Eodyscritella clatrata Troizkaya, 1970,
ak3. Kys3I'TIA, Ne 4/12a.1; TonkuHckuii ropuzont; KemepoBckas obnacts P®, TonkuHckuii
pa3pe3. YcinoBHEIC 0003HaYCHUSA: AK — aKaHTOCTHIIb, AT — aKTHHOTOCTHIIb, K — kmib, Me —
Me3oTeka, Met — meTazooenuii, [1o — mydok oceBBIX 300emueB, D — akcuisi3ooennid, LI — mmm
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VY TpemnocToMaTHBIX MIIaHOK pona Leptotrypella Vinassa and Regny, 1921 na
MOBEPXHOCTH KOJIOHWU (HOPMHUPOBANKCH MIMMBL [25, 26]. AHaNOrHYHBIE CTPYKTYPbI
W3BECTHHI U Y )eHECTPATHBIX MIIAHOK poaa Rectifenestella Morozova, 1974 na nepu-
cTome areptyp (puc. 4, e). Y peHecTpar aBTO300H/ bl PACIIONIATAINCH B OJIUH HJTH HE-
CKOJILKO PSIIOB Ha MPYTHsIX M ObUTH pa3aesieHbl KHisiMu (puc. 1, 6 u puc. 4, 6, 2). Kunu
SIBIISTMCH TPOJOKEHUEM KMJICBOH IIACTUHKH, 00pa30BaHHOM MyTEM CONPHKACaHUS
CTEHOK COCETHUX aBTO300M/10B. MIX OCHOBHOE TpeHa3HaYeHNe 3aKIII0UaIoCh B PETy-
JSIUY TUAPOAMHAMUYECKON CUTYallMd BOKPYI aBTO300UIOB U YCHICHUU 3D (PEKTUB-
HOCTHU NUTaHus [27], AONOJIHUTEIBHOE — B OTIIYTMBaHUU XUIIHUKOB. Ha Kuisx oObIu-
HO JIOKaJIN30BaJINCh OyrOpKH, PACHIOIOKEHHBIE TAKXKE U HA IOPCAIbHON TIOBEPXHOCTH
KOJIOHMM 0€3 KakoW-JInOO 3aKOHOMEPHOCTH. YCHWJIGHHOE pa3pacTaHue Kuied NpUBO-
IO K (POPMUPOBAHUIO 3alTUTHBIX ceTOK [19, 28]. 3amuTHBIE CETKU TOTYYIIN HaH-
Oosplliee pa3BUTHE B Hauase JeBOHA B cemeiicTBe Semicosciniidae Morozova, 1987.
K xoH11y 1eBOHCKOTO neproa O0IBIIMHCTBO Y3KOCTIEHUAIN3UPOBAHHBIX POJIOB CEMU-
KOCUMHHUM] Ucye3no. JJaHHblid QakT CBA3BIBAIOT CO CHIKEHHEM «JIABJICHHS XHIIHU-
k0B [19, 29] n yMeHbIIeHHeM aKTUBHOCTH THAPOJIUHAMHYECKOTO PEeKUMa U3-3a YyIITy-
OneHust 0ACCEHOB BCIICICTBUE MI00AIBHON TpaHCTpeccHu B paHHeM kapOowne [30].
Y HekoTopsix TakcOHOB (poxa Minilya Crockford, 1944) Bo BHEIIHEM CKeNeTe KOJIOHUN
Pa3BUBAIUCH MUKPOCTHIIH, & CTEHKH OBUTH MPOHMU3aHBI TyOYJIsIMH, OTBEYAIONINMH 32
cOO0OIIEHNE MEXIY BCEMHU CTPYKTYPHBIMHU €IMHUIIAMU KOJIOHUH. Byropku, munuku,
MHKPOCTHITN BBITTOTHSUTH 3aIATHYIO QyHKITHO [1].

B xonue ¢amenckoro Bexa Mmo3nHero AeBoHa 3a()MKCUPOBAaHO KpyIHeHIIee Mac-
COBOE BbIMUpaHUE — coObITHE XaHTeHOepr [8, 31]. Cpean BBI3BABIIMX €T0 BEPOSITHBIX
MIPUYUH OOCYXIAl0TCsl U3MeHeHne kinumara [32-35], rmobanbHast anokcus [36, 37],
TPAaHCTPECCUBHO-PErPECCUBHAS HUKINYHOCTD, BYJIIKAHU3M M T€OTEKTOHHYECKHE MPO-
LIECChl PAHHETO ATana repuuHckoro oporexesa [38—40]. McuesnoBeHre MHOTHX Tela-
THYECKUX U TEMHUIENIarnYeCKUX OPTaHU3MOB CKa3aJI0Ch Ha MUILIEBBIX LICTISX, BHI3BAB
TEM CaMbIM 3HAUUTENIbHbIE U3MEHEHHUS B COCTABE U CTPYKTYPE BCEX IKOCUCTEM, BKITIO-
yast OeHTocHbIe coodmecTBa [41]. Ha mmankax XaHreHOeprckuil Kpusuc rnpaxkTuye-
CKH HE CcKa3aJcs, MOCKOIbKY Hcue3HoBeHne 14.8 % pooB oT Bcex CyniecTBOBABIINX B
KOHIIE JICBOHCKOTO MEpHojia ObUIO CKOMIIEHCHPOBAHO HHTEHCUBHBIM POCTOM TaKCOHO-
MHYECKOTO pazHooOpasus yKe B paHHEM KapOoHe (TT03IHEE TypHE-BU3E), B KOTOPOM
OHM TIEPEKIIIA OUepenHol pacuBet [42].

B paccmarpuBaeMblil OTPE30K BPEMEHH Yy MIIAHOK COXPAHSUINCh OCHOBHBIE 3BO-
JIIOLIMOHHBIC TPEH b, IEPBOHAYAJILHO IPOSIBUBLIMECS B OpAoBUKe. OHM ObUIN HAIIpaB-
JICHbI HA YCUJICHUE TUTAaHUS (KUJIM, META300M 1bl), OBBIIICHUE TPOYHOCTH KOJIOHHUN
(oceBoii 30011, My4YOK OCEBBIX 300M0B, LIMPOKAsl SHA030HA), OTIyTUBAHNE XHUIIHHU-
KOB (ITapa300Mibl, MUKPO- U aKTUHOTOCTHJIM, 3alUTHBIC ceTKH). Cpeau 3alluTHBIX
CTPYKTYP MPOUCXOAMIO YBEIUUCHUE X Pa3MEPOB HIIM KOJUUYECTBA HA €IUHHMILY TLJIO-
LIy, CTeNeHn UX IuddepeHunanuy (MeJIKUe U KPyIHbIE 3alIUTHBIE CTPYKTYPHI B
rpejienax oJHON KOJIOHHUH), U3MEHEHHE COUeTaHUI TOr0 WJIM MHOTO THIIAa TeTepO300-
WJa ¥ CTWIIS B OTUX Tpesienax. TaM cTajiu MOosBIATHCS TAKCOHBI C JIByMS THTIAMU CTHU-
neit. [losBeHne HOBBIX 0OpazoBaHWi (MeTa-, Mapa300u0B, aKTHHOTO-, MUKPOCTH-
Jieit) ObUTO HAMpaBICHO HA KOMIICHCAITNIO HETAaTUBHOTO BO3ICHCTBIS a0NOTHUECKUX U
OomoTnyecknx (haKTOPOB CPEIIEI.
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3. llepmb

B mosnHem maneo3oe BO BCeX MOPSX IUIAHETHI TOCIIOACTBOBAJIN (PEHECTPATHI.
WX sBomonus 1uta Mo MyTH YBEJIMYCHUST KOJIMYECTBA PsIOB aBTO300UIOB HA MPYTeE
(puc. 5, 6, 2) pazHOOOpa3Ms POopPM KOJIOHUH (TTEPUCTHIC, TNPO-, BAHTOOOPA3HEIE U JP.),
oOmiusi OyropkoB Ha 00eHMX CTOPOHAX KOJIOHMHU (Harmpumep, poabl Pseudopolypora
Morozova and Lisitsyn, 1996, Mackinneyella Morozova and Lisitsyn, 1996). Bepo-
STHO, BO3pacTaBIliee KOJMYECTBO aBTO300M/I0B Ha TIPYTHAX W yBEITMYECHNE pa3zMepa UxX
anepTyp ObLIO KOPPEISATHBHO CBSI3aHO C YMEHBIIIGHHEM Ha pyOexke JeBOHa-KapOOHa
KOJIMYECTBA U pa3HOOOpa3ust PUTOIUTAHKTOHA (3€JICHBIX BOJOPOCIEH, THaTOMe, -
aHOOAKTEePUH, aKPUTAPXOB), SBISIBIICTOCS MHUIIEH 1t MmiaHok [43, 44]. Hexoropbie
aBTOPBI CBS3BIBAIOT U3MEHEHHsI B OMoMacce (PUTOIUIAHKTOHA C KOHIIEHTpAIUeH yrie-
KHCJIOTO ra3a M CO CMEHOH TeIIOro KIIMMaTa CpeIHEeTo Maneo30s Ha Oolee mpoxJiai-
HBIN B KOHIIE 3pHI [45, 46]. KonmnuecTBO MUKpOCTHIICH Y MHOTHX POJIOB, HalpUMep,
Mackinneyella, Taxxe Bo3zpacraio (puc. 5, 6).

B koioHMSX KaMEHHOYTOJBHO-TIEPMCKUX MIIAHOK oTpsaa Fenestrata Obuim mmm-
POKO TIPENCTABICHBI KAaBEPHO30OWbI, ITUKIO300H/bI, KOTOPBIE pPacCMaTpPUBAIOT-
Cs KaK aHAJIOTU aBHUKYISIPHHA XEHIIOCTOMATHBIX WIJIH 3J€0300UJI0B ITHKJIOCTOMATHBIX
MIaHok [24, 47, 48]. LIuk103001 bl HCKOTIAEMBIX MIITAHOK — TOTYIIAPOBHUIHEIE CKe-
JIETHBIE CTPYKTYPbI C TOHKUMH CTEHKaMH (puc. 5, 2). YBennmdeHne ux pa3MepoB U KO-
JIMYECTBA B KOJIOHHUSIX KAMEHHOYTOJILHO-TIEPMCKUX MINAHOK poxa Shulgapora Termier
and Termier, 1971 MOXHO CBsI3aTh C U3MEHEHUSIMH B CTPYKTYpE MUILEBBIX LENeH U
BO3pOCIIe MOTPEOHOCTHIO B 3alIUTE OT Pa3HOOOPA3HBIX XHITHUKOB, HACEISBIINX
no3aHenaneo3onckue Mopst 3emuu [49]. KaBepHo300U1bI U3BECTHBI Y €IMHCTBEHHOTO
pona Cavernella Morozova, 1974 co cpennero aeoHa [50], HO MaKCUMaJIbHOE BH-
oo0pa3oBaHUE ATOTO poja MPHILIOCH Ha TepMckuit mepuon [24]. KaBepro300mmb!I
MIPEJCTABISLIN COOOW Y/UIMHEHHBIE OIMHOYHBIE CTPYKTYPhl TPYIIEBUIAHON (HOPMBI,
JIOKAJIM30BaHHBIC B YINIaX MEPEKIaANH Ha JOPCATBLHON CTOPOHE KOJOHUHU (pHC. 5, 0).
AHATOTHYHBIMU CTPYKTYpaMH M0 ()yHKIIMOHATBHOCTH B KOJIOHHSIX KPUIITOCTOMATHON
mianku Nudymiella Gorjunova, 1985, Buaumo, Obutu amiozoous [S1].

VY KpHUINITOCTOMAT M TPErocToMar B MEPMCKOM TEPHOJIE TPOSBUIACH TCHACHIIHSI
BO3pacTaHus pa3MepoB, KoMM4ecTBa u auddepenimanun ctuieid. Hampumep, Tpero-
CTOMAaTHBIE MIIIaHKH posia Rhombotrypella oTIn4aroTcs cOYeTaHUEM KPYITHBIX MaKpO-
AKaHTOCTUJICH M OOWJIMS MEJIKUX MHKPOAKaHTOCTHJICH B Mpeneiax OJHOW KOJIOHHU
(puc. 5, e, orc). KpunroctomMatHeIil pox Rhombopora XapakTepu3yercs KpyITHBIMA Ma-
KPOAKaHTOCTHIISIMU H MHOTOYHCIICHHBIMH MUKPOAKaHTOCTHIISIMH.

B xonne nepmu BeiMepiiu Bee (heHecTpath [1], pomoBoe pazHooOpasue Tpero-
CTOMAT M KPHUITOCTOMAT CYIIECTBEHHO CHU3WIOCH (puc. 2). [locmennss kpumnrocro-
MartHas MiaHka popa Tebitopora Hu, 1984 ucuesna B cepequne Tpuaca; eIMHUYHbIC
TPEMOCTOMATHI JIOKHIIU 10 KOHIA TPHACOBOTO Teproja. ENMHCTBEHHBI COXpaHHB-
muiics maneo3oickuit oTpsaa Cyclostomata MCIBITa paciBET B IOPCKOM ITEPHOJIE.
B koHIEe ophl MOSBWINCH NEpBbIe XeilocroMarel (puc. 2) poma Pyriporopsis
Pohowsky, 1973 [2].
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Puc. 5. CTpykTypbl B KOJIOHMAX NEpMCKHX MIIaHOK OTpaaoB Fenestrata m Trepostoma-
ta (mpuypalbCKHi OT/AEN NepMH, cakMmapckuil sipyc; P®, bamkupus): a — Spinofenestella
quadratoporaeformis (Schulga-Nesterenko, 1941), ax3. CubI'l1Y, Ne 12/31; kapsep Illaxray;
0 — Trataucladia noinskyi (Schulga-Nesterenko, 1941), ak3. [TH, Ne 2985/718; 1. IOpakray;
6 — Mackinneyella ornamentata (Schulga-Nesterenko, 1941), ak3. I[TMH, Ne 2985/474; r. Topa-
tay; ¢ — Shulgapora pseudokolvae (Schulga-Nesterenko, 1952), sx3. ITMH, Ne 613/541; Ky3b-
MUHOBCKHH MaccuB, ckBakuHa 102/21; 0 — Cavernella cavifera (Schulga-Nesterenko, 1939),
ak3. Cubl'MY, Ne 12/30; r. Kymray; e, oc — Rhombotrypella composita Nikiforova, 1939,
9k3. Cubl'MY, Ne 12/29; kapeep Illaxray. O6oznauenus: b — Oyropok, [ — nuadparma,
Ka — xaBepnozooeunii, Mu — MUKpOCTHITb, MAK — MaKpOaKaHTOCTUIIb, MUAK — MUKPOAKaHTO-
CTUIb, ] — nukno3ooenuii, D — IKCUITA300 S
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[To3nHEKaMEeHHOYTOIBHBIN BRICOKHH ypOBEeHh MUPOBOTO OKEaHa B Ha4aJie IEPMH
CMEHUJICS Cepreil HU3KMX ypOBHEH Mops Ha ¢oHe neproaoB noxonoganus. Cakmap-
CKHU BEK — BpeMsi OBICTPBIX KJIMMATHYeCKUX U3MEHEHHH [52], cMeHuBIIIeeCs TII00allb-
HOH apuam3aiueii KiimMara, HaurHasi ¢ apTHHCKOTO BeKa, 10 KoHIa nepmu. Ha done
Yepe0BaHs IUKIIOB OJICJICHCHUS U TastHUS JISJIHUKOB U3MEHSUICS YPOBEHb MUpPOBOTO
OKeaHa, YTO NEePUOANYECCKH TPUBOAMIO K BOZHUKHOBEHHIO M30JIMPOBAHHBIX Oacceid-
HOB M U3MEHCHMIO COCTaBa MIIaHKOBOMU (ayHbl [53]. B mepmckuit nepuon 6uora 3em-
JIY TOCTHTYIA HAUBBICIIETO Pa3BUTHA TOCIE MO3THEACBOHCKOTO KPHU3HCa M CHOBA HC-
IbITajIa MaCCOBOE BEIMUpaHKE Ha IpaHuLe epMu — Tpuaca [54, 55]. Cpeau 0OCHOBHBIX
MPUYHH MTO3HENIEPMCKOTO MACCOBOTO BEIMUPAHHUS 00CYKAAIOTCS KITMMaTHYECKUE U3-
MEHEHUS, TPAITOBBINA ByJIKaHU3M, aHOKCHS [53, 56, 57]. DBoMIOIUS MIIIAHOK HAa 3TOM
BPEMEHHOM OTpe3Ke COBIAAAcT ¢ 00IIel TeHACHIIHEH B Onocdepe.

PazHooOpa3ue 3amuTHBIX CTPYKTYp CTEHOJEMaT Ha Ha4allo MEPMHU JIOCTHIIIO
cBOEro MaxkcuMyma. [IpyHIMIUANBHO HOBBIE CTPYKTYpPbl HE MOSBISUIUCH, U3MEHS-
JIUCH JIMIIH KOJIMYECTBEHHBIE MapaMeTphbl y)Ke CyliecTBOoBaBIIKX. [lomMmumo cruieid,
BBICTYNAIOIINX HaJl MOBEPXHOCTHIO KOJIOHUH KaK YaCTOKOJ W T€M CaMBIM «IaCCHB-
HOY» OTITyTUBAIOIINX XUITHUKOB, B KOJIOHUSIX OT/JEIbHBIX KAMEHHOYTOJIbHO-TIEPMCKHX
MIIIaHOK MPHCYTCTBOBAIN OCOObIC IeTepO300H bl (IIMKIIO-, KABEPHO-, AJIJIO300HU/IbI).
[Tocneanne MpeanoIoKUTETHHO MOIJIH YK€ aKTUBHO 3aIUINATh KOJIOHHH OT 3achla-
HUS 0CAJKOM, OT JMYUHOK, OT HaaaoIIIX OPTaHIU3MOB B PE3YJIbTaTe BPaIIaTeIbHbIX
JIBUKEHUH, MIOJI0OHO aBUKYISIPUSIM Y COBPEMEHHBIX XEHIIOCTOMAT.

4. Mea

Xetinocromarsl (puc. 1, 2) mosBuiIKCh B o3nHeH ope (okoio 160 MiH jer Ha-
3a]1), HO MaKCUMaJbHOW pajlallii TOCTHUIIN B KoHIe Mena [9, 58] (puc. 2). OcHoB-
HBIMH 3aIIUTHBIMA 3JIEMEHTaMH KOJIOHHH Y HUX OBUTH aBUKYISIPHH — T€TEPO300UIBI
C peAyIUPOBAHHBIM TTOIUIHIOM U Pa3BUTOHN KPBIMIEUKOW, MBITIIIAMU-PETPAKTOPAMHU
JUTSE TIOAJIEPKKH, (PUKCAIIMY KOJIOHHH Ha MSATKOM TPYHTE, OYUCTKH OT YACTHII TIOCTY-
MAIOMIETO OCajiKa W/WIM JTUYWHOK (TIyTeM CO3JaHUs JAOMOJHUTEIHHOTO TOKa BOJBI),
MEJTKAX OCCITO3BOHOYHBIX, HaIaJaroluX >KHBOTHBIX W JIOkomormu [47, 48, 59].
[To coBpeMeHHBIM TIPECTABICHUSIM B 3aBUCIMOCTH OT ()OPMBI, Pa3MEPOB U JOKaJIH-
3aliu aBUKYJISIPUN TIOJPA3IENAIOTCS Ha YeThIpe TUTA: aIBEHTUBHBIE (HAIIpUMeEp, PO
Beisselina Canu, 1913), OTHOCHTEIBHO MEJKHE MEK300UaNbHEIE (pof Rhagasostoma
Koschinsky, 1885), xpynHble Bukapupytomue (puc. 6, ) u Budpaxynsr [47, 48, 60].
AJTBEHTHBHBIE aBUKYISIPUNA CYUTAIOTCS BHICOKOCIIEITHAIN3UPOBaHHBIMA. DOpMUPYSICH
Ha CTEHKaX aBTO300M 0B, OHH ITOJIPA3/IEISIFOTCS HA cTe0epIaThie uiu cusane [47, 48].
CoracHo uccaenoBaHuio [61], KOMMUECTBO aBUKYIISIPUN HAPSMYIO 3aBUCUT OT XHILI-
HUKOB W TIUTAHUSA: YeM WX OOJIbINIe, TEM BHIIIE TUNIOTHOCTh aBUKYIISIPHA HA €TUHUILY
TUTOMIAT KOJOHUH. BHOpaKynsl aBistoTcss Hanbonee MOAU(DUIIMPOBAHHBIMU aBUKY-
JNSpUSAMA C OYeHb JUTMHHOW MaHAUOYNOW (CeTOoM), KOTopas y OTACIHHBIX BHIOB CO-
BepIaeT BpamarenbHabie apmwkeHus [60, 62]. B pacnonoxeHnn BUOpakysa He onpere-
JIieHa Kakas-ITn00 3aKOHOMEPHOCTh. HampuMep, y pa3HBIX BUAOB CBOOOTHOKHBYIITUX
MIIaHok pona Lunulites Lamarck, 1816 oHM moKamu30BaHbl THOO YHOPSI0OUEHHBIMA
paaraIbHBIMU PSAAAMHA, THO0 XaoTHYHO (pHc. 6, a) [59]. Ha pacnipenenenne BuOpaxym
y JYHYJUTECOB I10 IO KOJIOHUH B OOJIBIIIEH Mepe, OYeBHIHO, BIIUSIIHN Teorpadu-
YyecKast M30JISIHS U JIOKaJIbHbIE (PaKTOPBI OKPYKAIOMIEH CPEebl.
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Puc. 6. CTpyKTypbl B KOJOHHSIX MENOBBHIX MIIaHOK orpsima Cheilostomata (BepxHmii menr,
HIKHUAR MaacTPHXT, KapcyHcKas cButa; Camapckas oomacte PO, okpectHocTH c. [ToaBamnbe):
a — Lunulites pseudocretacea Hakansson et Voigt, 1996, sk3. Cubl'Y, Ne 12/32; 6 —
Rhagasostoma rowei (Brydone, 1906), sx3. Cubl'llY, Ne 12/33; 6 — Biaviculigera sp.,
ak3. Cubl'Y, Ne 12/34. O6o3Hauenus: B — BuOpakyna, BA — BUKapUPYIOIINI aBUKYISIpUi,
Kp — xpunronuct, I — mun

Kenozoounnsr (pox Acoscinopleura Voigt, 1956) — menkue 300u7pl MEXKIy aB-
TO300MJaMH, BBIMONHAIOT QYHKIMHM (UKCAlMK Ha cyOcTpare, MpuIaHus OombLIeh
JKECTKOCTH KOJIOHWW U TTACCUBHOM 3amuThI [60, 62]. JIomOTHUTEIBPHON 3aIIUTON MSIT-
KOTO TIOJIMITHAJIA BBICTYNAeT HaIW4YMe KpUNToIucTa. Jta (puc. 6, a, 6) TulacTUHKA Ha
(bpoHTaNBHOI MeMOpaHe IUCTH/IA PA3BUBACTCS U3 CTCHKH aBTO300M/1a. Y HEKOTOPBIX
XEHIIOCTOMAT OHa CTaHOBMJIACH OYEHb MACCHBHOM, TPEeBpaIasich B JPOHTAIBHBIN HIUT
(pomet Porella Gray, 1848, Rhamphostomella von Lorenz, 1886) [1, 63].

MaccoBoe BbIMUpaHHE OMOTHI Ha TpaHHIIE Meja — MajeoreHa He3HAUYUTEIbHO
MOBJIMSUIO HA MIIAHKU. B 0I€HE y XEWJIOCTOMAT OTMEYAeTCsl HOBas JKCIIAHCHS,
HE JIOCTUTaroIas Mo CBOUM 3HAUYCHUSAM To3aHemenoBoi [1, 9, 64]. B me3030¢ 3a-
BEPIIIIOCH MPUHIMIHAIbHOE 0OHOBJICHHE TAKCOHOMHYECKOTO COCTaBa MINAHOK U
COOTBETCTBEHHO Ha0Opa 3alIUTHBIX CTPYKTYpP KOJOHWHA. Bce 3amuTHBIE 2JIeMEHTHI,
CBOWMCTBEHHBIC CTEHOJEMATHBIM MIITAHKAM C «TBEPJIBIMH» KaJbIIUTOBBIMU MJIH apa-
TOHUTOBBIMH KOJIOHUSIMH, HCUE3TH. Y TUMHOJIEMAT CTPYKTYPBI «ITACCUBHOW 3alllH-
ThI (KPUOTOIUCT, (PPOHTAIIBHBIN HIUT) BTOPOCTEIIEHHBI 10 CPABHEHUIO C TE€TEPO300-
uaamMu (aBUKYJISPHUSIME), 00€CIIEYNBAIONTUMHI KOMIUIEKCHYIO «aKTHBHYIO» 00OpPOHY
OT OOJBIITMHCTBA HEOIATONPHUITHBIX (aKTOPOB. BeposTHO, pa3BuTHE pa3HBIX THUIIOB
ABUKYIIAPHEB CBS3aHO C IEPBOCTENEHHOW HEOOXOAUMOCTBIO 3aIIHUTHI «MITKUX)»
KoJIOHHH MitaHok u3 otpsiga Cheilostomata.

5. Obcyxxaenne

Ha nporsoxkennn maneo30st MITaHKH XapaKTePHU30BAIUCH BBICOKUM POJIOBBIM Pa3-
HOOOpasueM [1, 5], 3HAYUTETHPHO CHU3UBIIMMCS K KOHITY 3pHI (puc. 2). [losBuBmmecs
B OpIOBHKE OTpsimbl Trepostomata, Cryptostomata, Fenestrata oGmanann n3HadaIbHO
YAQYHBIMU B 3BOJIOIMOHHOM OTHOIICHHWHW MONMMOp(haMu, MO3BOIUBIINMU UM TIPO-
CYIIECTBOBaTh HECKOJIILKO COTEH MUJUIMOHOB JIET /10 KOHIIA repMH ((heHecTpaTsl) Win
Tpraca (KpUIITOCTOMATHI, TpernocToMaTsl). Cpenn «J0JATOBPEMEHHBIX» TeTePO300H-
JIOB MOYXHO OTMETHTb Me30-, TeKTH-, METa-, SKCUIISI300UIbI, KOTOPBIE IBOIIOIIMOHUPO-
BaJIM TOJIBKO B TUTAaHE U3MEHEHHS Pa3MEpOB W/WIIM KOJMYECTBA HA €IUHUILY TIOMaN
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kostoHuH (Tabn. 1). Ha mpoTsbkeHnu naneo30s B KOJIOHUSX OTAEIBHBIX MIIAHOK MIEPU-
OJMUYECKHU HOSIBIISIMCH OTHOCUTEIIHO «KPATKOBPEMEHHBIEY» TOJIMMOP]BI, COXPaHSIO-
LIMECs] HECKOJIBKO AECATKOB MUJUTMOHOB JIET: JIETITO-, IUKJIO-, aJUJI0-, KABEPHO300UIbI.
B KoH1e Me303051 — HavasIe KaiiHO305 MILIAHKH OTJIMYAINCh BEICOKOHM CTENEHBIO TUBEP-
cuduxauun (puc. 2), oOHOBUB OTpsAHbIM cocTaB noseieHueM Cheilostomata ¢ aBu-
KyJISIpUsIMH. Y OOJIBIIMHCTBA MAJIC030MCKUX MIIAHOK COBMECTHO C T€TepO300UIaMH B
KOJIOHMSX Pa3BUBAJIMCH CTUIJIM OJHOTO WM ABYX THIIOB: aKaHTO-, MUKPO-, aKTHHOTO-,
naypo-, MaKpOaKaHTO-, MUKpoakaHTOCTWIH. CoueTaHne KOHKPETHOTO IeTepo300H 1
U cTuist/ctTuiieit odecneunBaino 3GHEeKTUBHYIO 3aIIUTY OT pa3HbIX (PAaKTOPOB OKPYKa-
rowielt cpenpl. Haunnas ¢ Me3030MCKOM 3pbl 32 3alUTY KOJIOHUH, YCUJICHHYIO Y He-
KOTOPBIX POJIOB HAJMUMEM ILUIOB WIH (PPOHTANBHBIX IIUTOB, OTBEYAIN aBUKYJISIPUU
pasHbIx Moaudukanuii (tadm. 1).

BoznukHOBeHME 1 TpeoOpa30BaHKE 3AIUTHBIX CTPYKTYP Y HCKOIAEMBIX MIIAHOK
Ha TeX WM MHBIX HHTEPBaJaX Ie0J0rMYEeCKOro MPOLIIOr0 MOKHO pacCMaTpUBATh Kak
¢$uKcanuo U3MEHEHHH, pou3omenux B onochepe 3emiun. T U3MEHEHUS SIBIISI-
JICh PE3yJIbTaTOM BO3ACHCTBHS B3aUMOCBS3aHHBIX M B3aMMOOOYCIIOBICHHBIX (hrsnde-
CKUX SIBICHUH W/WJIM MPOLIECCOB: U3MEHEHUS ypPOBHA MUPOBOTO OKeaHa, OTEIICHUs/
MOXOJIO/IaHMSI, OJICACHCHHS/TAsSHUS JIGAHUKOBBIX LIATNIOK, BYJKAHU3Ma, TEKTOHHYECKUX
MOABMKEK KOHTHHEHTAJIBHBIX OJIOKOB, KOHLIEHTPALUHU YIJIEKUCIIOTO ra3a B arMocdepe
U BoJie, aHOKCUH U 1Ip. J1000i npouecc rmodanbHOro BO3AEHCTBUS 3alyCKal Yepeny
JIpYTuX, KapJUHAIbHO U3MCHSIOUIMX B UTOI'€ COCTaB OMOTHI IJIAHETHI (IIOCIIE MacCco-
BBIX BEIMUPAHUI) MM CYILIECTBEHHO €€ KOPPEKTUPYIOLINX MOSBICHHUEM HOBBIX POJIOB,
CEMEHCTB, OTPSI0B BO MHOTUX I'pyIIIax OPraHU3MOB, BKJItOuasi Mianku. HoBble Tak-
COHBI OTJIMYAJIMCh UHBIM TETEPO300MIOM U CTUIIEM JIMOO COUYETAaHHEM IeTepPO300H ]I
U CTWIISA/CTHIICH B OAHOM KojOHMH. OJHAKO HBONIOLMOHHBIC KPU3KCHI Y MIIAHOK HE
BCErJa COBMA/IAM ¢ I00abHBIMU OrochepHbIMU TeHaeHmsIMH [ 1, 5, 19, 42].

OBOJIOLMOHHBIA yCIeX Ka)XI0ro U3 PACCMOTPEHHBIX BBILIE OTPSIOB CBA3AaH CO
CTPYKTYPHBIMH OCOOCHHOCTSIMU KOJIOHHMH, 3al1acOM aJalTUBHBIX BO3MOKHOCTEH, pe-
AIM3YIOIUXCSI B U3MEHSIOIIMXCS YCIIOBHAX OKPY)KAIOIIEH Cpenibl, IIACTHYHOCTHIO
rpynisl [5, 19, 24]. Jlumutupyromumu GakTopaMu Aj1sl OSIBJICHUS! HOBBIX THUIIOB I10-
TuMOop(¢ /WK CTUIIEH BBICTYTNAJIM KaK INI00aIbHBIC IPOLIECCHI, HAITPUMED, TPaHCTpec-
CHsl M perpeccusi, U3MEHEHHE YPOBHS MUPOBOTroO OKeaHa, U3MEHEHHE KIMMara, TaK U
JIOKaJIbHBIE, B IIEPBYIO OUYEPEab KOJIMYECTBO MUIIEBBIX PECYPCOB, TEMIIEpaTypa BOJIb,
COJICHOCTb, ITyOHMHa, ocoOeHHOCTH cyOcTpara [7, 65]. TpaHcrpeccuBHbIE TMKH, IO-
BBILLICHUE YPOBHS MOPsI COBIIQAAIOT ¢ IuBepcudukanueii [66, 67] u sxcnancuei miua-
HOK (HampuMmep, BU3CHCKUI BEK paHHEro KapOoHa, CAaKMAapCKUH BEK paHHEH MEpPMH,
CEHOMAHCKHUI BEK MO3JHEro Mena). Takke mo0anbHble MOTEIICHHUS HOJIO0KUTEIBHO
BJIVSUTA HA HBOIIONUIO rpynmbl [68]. Bembliky B yBenndeHnn OuoMaccsl (pUTOIIIaH-
KTOHA B IIPOTPETHIX, OCBELICHHBIX MOPCKUX BOJAX HANPIMYIO CIIOCOOCTBOBAJIM MOSIB-
JICHUIO HOBBIX aJalTalluii U HOBBIX TAKCOHOB POAOBOIO M CEMEHCTBEHHOI'O PAaHIOB Y
MIIAHOK [6]. OnpeaenaeHHyI0 pojib UTPai HATMUNE XUITHUKOB U KOHKYPEHLHS C APY-
rUMH OEHTOCHBIMU Tpymmnamu [19]. O4eBumHO, 3amIUTa OT HANAJAIOUINX YKHBOTHBIX
Y OYMCTKA KOJOHHMH OT OcajKa SBJSUTUCH BaYKHBIMU IPOLIECCAMH B JKM3HU MILAHOK,
MOCKOJIbKY BO3HHKHOBCHHME ABUKYISIPUHA M MOJOOHBIX UM CTPYKTYp (Jemro-, mapa-,
aJIJI0-, KABEPHO300MI0B) NPOUCXOAMNIIO HEOIHOKPATHO, IPUYEM Y Pa3HbIX OTPSIIOB: B
paHHEM OpPIOBUKE U paHHEM JAEBOHE y (peHecTpart, B cepearHe KapOoHa y KPUIITOCTO-
Mart, B HauaJie Mejia y XeHI0CTOMAT.



SAIIUTHBIE CTPYKTYPbI UICKOITAEMbBIX MIITAHOK 355

[IpoBeneHHBIN aHANN3 3AIUTHBIX CTPYKTYP Y CTEHOJIEMAaTHBIX M THMHOJIEMATHBIX
MIIIaHOK TI0Ka3aJl, YTO Ha NPOTSHKEHHH HECKOJIBKHX COTEH MMJUIMOHOB JIET OHHU IPU-
JEP)KUBAIMCH KOHKPETHBIX CTPaTeruii BbDKMBAHUS, HANPABICHHBIX HA YIyYLICHUE
MUTAHUS, YKPEIJICHUE KOJIOHUH, CHIDKCHHUE AABJICHUS BOABI, IPEIISITCTBUE OCAAHUIO
JPYTUMH{ OpraHU3MaMH U 3aChIIaHUI0 0caakoM (Tabm. 1).

Tabm. 1
PaznooOpasue 3auTHBIX CTPYKTYP HCKOTIAEMBIX MIAHOK
Bpewms nosisite-
DyHKIUOHAIIb- Pon
CTpyKkTypa |HHUS/MCUC3HOBE- Otpsin
Has TpyImna (mpumep)
HUS CTPYKTYPBI
1 2 3 4 5
Kunn, Semicoscinium
CHIDKEHE 1B~ | 311 yrypie cetkm 0.8/P, Hemitrypa Fenestrata
JICHI BOAIbI Ha Minussina Trepostomata
KOJIOHUIO I'pebuu D /P :
v Pseudonematopora | Cryptostomata
[Tyuok oceBbIx Pseudoascopora | Cryptostomata
300€LUEB, .
VYBenuueHue paciMpeHHas D,/P REOd}];sctrlteﬂ?l Trepostomata
MUTAIONEH 9HJI030HA ombotrypetia
IUTOINAM 32 CUET | OceBOi 300eIHi 0./P Pseudorhabdomeson | Cryptostomata
BO3pacTaHus pac- Prophyllodictya | Cryptostomata
CTOSTHUSI MEXK Y Me3soteka O /P p Y Y P
s Triznotrypa Trepostomata
ancpTypanH Hallopora
ABTO300UI0B; Me3zo3ooernun O, /P P Trepostomata
1773 Amplexopora
MOBBIILICHUE Monot
YCTOUYHUBOCTH | DKcUIA300ELUA O0/T, onoirylplya Trepostomata
1 TIeTOCTHOCTH Dyscritella
KOJIOHHH, CC YKPC-|  Texru3ooerun O,/P, Nematotrypa Cryptostomata
TUICHHE Clausotrypa
Helopora
Mertazooennu 0,/P, Nikiforovella Cryptostomata
Monotrypa
Huadparmser O/T, Mesotrypa Trepostomata
dusnyeckas I'emu¢parmsl O,/P, Nematotrypa Cryptostomata
3aImTa Huctudparmsr o,/T Prasopora Trepostomata
MIOJIUIIHIA, Fabifenestella Fenestrata
I'emucenTa O,/P -
MPHKPEINICHHE 13 Paranicklesopora | Cryptostomata
MYCKYJIaTypbl Kpunrouucr. .
¢ 0HTaJ‘ILHLI;7I K. /HbIHE Desmacystis Cheilostomata
P ! Rhamphostomella
LIAT
AKaHTOCTHIIN O/T, Leioclema Trepostomata
MHukpoakaH- Rhombotrypella Trepostomata
TOCTHJIH 0./p Polypora Fenestrata
Makpoakan- 203 Rhombopora Cryptostomata
OtnyruBanue TOCTHIIH Rhombotrypella | Trepostomata
XHINHHUKOB Nematotrypa
[MaypocTuiu O/P, Prophillodictya Cryptostomata
MuxkpocTtunu S,/P, Rectifenestella Fenestrata
Mysticella
AKTHHOTOCTHIIH D /P, Primorella Cryptostomata
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[Ipomomxkenue Tabm. 1

1 2 3 4 5
Lunulites
ABHKYIISIPHE K, /mprme Beisselina Cheilostomata
pa3HBIX TUIIOB Rhagasostoma

Qusmeckas 3a- D /D, Fenestrapora Fenestrata
[UTA OT XUIIHK-

KOB, OUHCTKA OT Kasepro3zooeruu D,/P, Cavernella Fenestrata
ocajiKa, JIMYMHOK, | I{ukmo300eruu C,/P, Shulgapora Fenestrata
MEJIKHX GECTIO3BO-| - A yos00ermmn C,/C, Nudymiella Cryptostomata

HOYHBIX —
[Tapazooerun D /D, Mirifenestella Fenestrata
Phylloporina
JlenTozooenuu O/P, Kallodictyon Fenestrata

Bce maneo3zoiickne TakCOHBI OTHOCHIIMCH K PUKPEIUIGHHOMY OEHTOCY, U Y HUX
BBIpa0aThIBAIINCH TOJBKO «ITACCUBHBIC» CPEJICTBA 3alIUTHI. B miepByIo ouepepb 3a cueT
TUTACTUYHOCTH BHEIITHETro OOJIMKa M BHYTPEHHETO TUIaHa CTPOEHUS KOJIOHUH (Omate-
pabHBINA, OCEBOH H Jp.), TOBEPXHOCTHBIX pa3pacTaHUl OTAEITHHBIX YacTel KOJOHUH
(kmme#t, OyropkoB, 3alIUTHBIX CETOK) MIMAHKHA aJalTHPOBAINCH K Pa3HOOOPa3HBIM
TUAPOJMHAMAYECKUM YCIIOBHSM (OT aKTUBHBIX B MEJIKOBOJTHOW 30HE /IO CIIa0BIX Ha
[TyOMHHBIX y4acTkax). [ mapomuHamMmudeckas cuTyaius Obljia KOPPEIsITUBHO CBs3aHA
C OCBEIEHHOCTHIO, TIIYOWHOM, TeMIepaTypoi, MUIIEBBIMU pecypcaMu, NaBICHUEM
BOJIbI M IPYTHMH XapaKTEPUCTHKAMHU MOPCKOTO OacceifHa. Y3Kasl crieluain3amnus aB-
TO300MJI0OB HA MHUTAHUE TOCIYKWJIA TOTYKOM JJISI Pa3BHTHUS Pa3HBIX THIIOB T€Tepo-
300M/I0B B KOJIOHUSIX. B paHHEeM majneo3oe rerepo30ouabl (Me30-, SKCHIIS-, TeKTH-,
METa3001bl) OTBEYAJIH 32 YKPEIJICHUE ¥ CTa0MIN3aINIO KOJOHHUH, YBEJITMUCHHE pac-
CTOSAHHA MEXKAY aBTO300UJaMU JIA ITOBBIILICHUS 3(1)(1)CKTI/IBHOCTI/I IUTaHUSA KOJIOHHUU
B 1esioM (Tabsn. 1). PaHHeop0BUKCKHME MITAHKU 00Ja1aliid PEUMYIIECTBEHHO Mac-
CHUBHOW WJIM WHCTPYCTHUPYIOLIEH KOJOHUAMH M OOMTAIM Ha MITKOM cyOctpare [69].
C KOHIIa OpIOBHKA KOJMYECTBO BEPTHUKAJIHHO OPHEHTHPOBAHHBIX (DOPM KOIOHWHIA,
TIPOM3PACTABIINX HAa TBEPAOM CyOCTpare, cTaOWiIBHO yBeamumBasioch [15, 24, 51].
B cpennem u mo3gHeM nanieo30€e OTAeIbHBIC BUIBI T€TEPO300U 0B (KaBEPHO-, IIUKIIO-,
aJIT0300M1bI) 00ECIIeUnBaIH, BEPOSITHO, O0JIee MPOTPECCHBHYIO «aKTUBHYIO» 3aIUTY
OT XWIIHUKOB, OYHCTKY KOJIIOHHH OT OCaJIka U JIMYMHOK OeCr03BOHOYHBIX. Hamnume
Ha [MOBEPXHOCTH WJIM B 9K3030HE KOJOHUH Pa3HOro BUA CTHIICH (aKaHTO-, aKTHHOTO-,
MHUKPO-, IaypOCTHJICH) OTITyTUBAIO XUIIHUKOB. [losiBIIeHne/MCYe3HOBEHHE TOTO HITH
WHOTO BHJIA TETEPO300Ma, CTUIISI MM UX HOBBIX COYETaHUH, OYEBHIHO, OBLIO CBsI3a-
HO C M3MEHSIFOIUMHUCS YCTIOBUSIME OKPY’KaIOIICH Cpe/ibl, Hauboiee pe3ko MposBIsB-
HIMMUCST Ha KPU3UCHBIX pyOekax pa3BUTHsI Onocdephl (B KOHIE OPJOBUKA, TIEPMH,
Ha TpaHMIle JIeBOHA — KapOoHa). Ha mpoTshkeHur Me3030s1 CTPYKTYPhI «ITACCHBHO
3alIUTBI YCTYITUIIA MECTO OoJiee TIPOTPECCUBHBIM CTPYKTYPaM «aKTHBHOW» 3allUTHI
— aBuKysipusaM. [locienHe BBITIONHSITN HECKOIBKO (DYHKITH: OYUCTHTEIHHYIO, OT-
MTyTHBAIOIYI0, CEHCOPHYIO, MBHUTaTeNbHyI0 [47, 48, 60]. YacTh MITAHOK cTayia Mmoj-
BIDKHBIM OEHTOCOM, 4TO TpeOoBasio OoJiee OBICTPOH M CHITBHOM OTBETHOM peakiiuy Ha
mM000e BHEIITHEE BO3/IEHCTBHE.
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3aKkjIoueHue

B pesynbrare npoBeACHHBIX UCCIIEIOBAHUI YCTaHOBICHO CIIEAYIOIICE:

1. DBOMOIIMOHHBIE TPEOOPA30BAHISI MITTAHOK B 3HAYUTEIILHON CTETICHN OBLIH OpH-
CHTUPOBAHbI HA BO3HUKHOBCHUE 1 MOJIM(DUKAIINIO PA3HOOOPA3HBIX 3AIUTHBIX CTPYKTYP
(reTepo300HI0B, CTHIICH, ABUKYJISIPUEB M BAPHAIMN X COUCTAHUN B OJJHOM KOJIOHHH).

2. [Maneo3oiickue u ME3030HCKUE OTPS/IbI XapaKTEPH30BATUCHh HATMYHEM B KOJIO-
HUSX aHAJIOTUYHBIX 110 MPEIHA3HAYCHHUIO TTOJIUMOP(, U4TO, BEPOSATHO, OBbLJIO 00YCIIOB-
JICHO CXOJHBIMHU JTUMHUTHUPYIOIIMMH (PaKTOpaMu Cpe/ibl 0OuTaHus (B MEPBYIO 0Yepeib
ypoBHEM MHUPOBOTO OKeaHa, KJIMMAaTOM, 00bEMOM ITHILEBLIX PECYPCOB, XHUIIHUKAMHU ).

3. B 3aBucHUMOCTH OT (YHKIIMOHAIBLHOCTH 3aIUTHBIC CTPYKTYPhI B KOJOHHSIX
MIIIAHOK MOXKHO Pa3JeNIUTh Ha MATh TPYII: 1) CHIXKCHHUE AaBICHUS BOJbI, 2) YBEIHU-
YEHUE MUTAIONICH TJIOMAAN 32 CYST BO3PACTAHUS PACCTOSHUS MEXAY alepTypaMu
ABTO300UJIOB; IMOBBIIICHUE YCTOMYMBOCTH U IICJIOCTHOCTH KOJIOHUH, €€ YKPEIUICHUES,
3) ¢usnyeckas 3aniuTa MOJUIKIA, TPUKPEIICHUE MYCKYJIaTypbl, 4) OTIYTHBaHUE
XHUIIHUKOB, 5) (pU3MUecKas 3alluTa OT XHUI[HUKOB, OUMCTKA OT OCajKa, JUYMHOK,
MEJIKUX 0EeCITO3BOHOYHBIX.

Bbuaaromapuoctu. lccnenoBanust nmpoBoguinck npu nopfepxkke rpanta PHO
(mpoext Ne 22-27-00030, https://rscf.ru/project/22-27-00030/).

Konguukr naTepecoB. ABTOPHI 3asBIISIOT 00 OTCYTCTBHUH KOH(IMKTa HHTEPECOB.
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Abstract

The protective structures of bryozoans representing four orders—Trepostomata, Cryptostomata,
Fenestrata, and Cheilostomata—were analyzed and classified for the first time based on functional criteria.
The proposed classification includes five groups of protective structures responsible for: 1) reducing water
pressure; 2) increasing the feeding area by expanding the distance between the autozooecia apertures, as
well as strengthening the colony’s stability and integrity; 3) physically protecting the polypide and providing
attachment points for muscles; 4) scaring off predators; and 5) enabling physical protection against predators
while also cleaning the colony from sediments, larvae, and small invertebrates. The study of the development
of heterozooids, stylets, and avicularia in fossil bryozoans revealed the emergence of persistent, effective
polymorphs in the Early Ordovician, Late Devonian, and Early Cretaceous. The evolutionary changes in
bryozoans were primarily driven by fluctuations in the levels of the World Ocean, climate, phytoplankton
biomass, and predator composition, among other complex interplays between abiotic and biotic factors.
To shield themselves from predation threats, bryozoans evolved acanthostyles protruding above colony surfaces
and various types of heterozooids physically protecting them from being eaten (caverno-, para-, cyclo-, lepto-,
and allozooids in the old groups, along with avicularia in cheilostomates). Avicularia and similar structures
occurred repeatedly in different orders: in fenestrates during the Early Ordovician and Early Devonian,
in cryptostomates during the Middle Carboniferous, and in cheilostomates during the Early Cretaceous.



SAIIUTHBIE CTPYKTYPbI UICKOITAEMbBIX MIITAHOK 363

Keywords: bryozoans, heterozooecia, avicularia, Ordovician, Devonian, Permian, Cretaceous,

evolution, styles of protection

Acknowledgements. This study was supported by the Russian Science Foundation (project

no. 22-27-0030, https://rscf.ru/project/22-27-00030/).

Fig.

Conflicts of Interest. The authors declare no conflicts of interest.
Figure Captions

1. Typical structures of colonies in fossil bryozoans from different orders.

Fig. 2. Generic diversity of fossil bryozoans and the largest mass extinction events (asterisks) during the

Ordovician—Paleogene. Adapted from [1, 7, 8, 9].

Fig. 3. Structures in the colonies of Ordovician bryozoans from the orders Trepostomata and Cryptostomata

(Upper Ordovician, Sandbian, Khrevitsa Formation; Leningrad region, Russia, Khrevitsa River):
a, b — Diplotrypa abnormis (Modzalevskaya, 1953), specimen TsNIGR Museum, no. 4/13403;
¢, d — Nematotrypa robusta (Spjeldnaes, 1984), specimen TsNIGR Museum, no. 1/13403;
e — Prophyllodictya khrevitsa Tolokonnikova et Fedorov, 2023, specimen TsNIGR Museum,
no. 16/13403; f, g — Amplexopora sp., specimen TsNIGR Museum, no. 11/13403. Key: A — au-
tozooecium aperture, Ac — acanthostyle, H — hemiphragm, D — diaphragm, M — mesozooecium,
Me — mesotheca, P — paurostyle, T — tektitozooecia, C — cystiphragm.

Fig. 4. Structures in the colonies of Devonian bryozoans from the orders Cryptostomata, Trepostomata,

Fig.

and Fenestrata (Upper Devonian, Famennian): a, b — Mysticella sarcosanta Gorjunova, 2007,
specimen PIN, no. 1613/695; Shamamidzor Formation, Armenia, Birali-Kuzei Mountain;
¢, d — Spinofenestella abyschevoensis (Trizna, 1958), specimen KuzGPA, no. 4a/11.1; Topkinsky
horizon; Kemerovo region of Russia, Abyshevsky section; e — Nikiforovella cavernosa (Nekhoroshev,
1932), specimen Cologne Institute, GIK 2500 (V4-13b); Velbert Formation; Germany, Rhenish
Massif, Velbert borehole, depths 103.8-131.5 m; f— Rectifenestella rudis (Ulrich, 1890), specimen
University of Liége, Ulg 6-2a; Yvoir Formation; Belgium, Dinant Synclinorium, Nutons quarry;
g — Fodyscritella clatrata Troizkaya, 1970, specimen KuzGPA, no. 4/12a.1; Topkinsky horizon;
Kemerovo region, Russia, Topkinsky section. Key: Ac — acanthostyle, Ak — aktinotostyle, K — keel,
Me — mesotheca, Met — metazooecium, Ba — bundle of axial zooecia, E — exilazooecium, S — spine.

5. Structures in the colonies of Permian bryozoans from the orders Fenestrata and Trepostomata
(Permian, Cisuralian, Sakmarian; Bashkiria, Russia): a — Spinofenestella quadratoporaeformis
(Schulga-Nesterenko, 1941), specimen SibGIU, no. 12/31; Shakhtau quarry; b — Trataucladia
noinskyi (Schulga-Nesterenko, 1941), specimen PIN, no. 2985/718; Yuraktau Mountain;
¢ — Mackinneyella ornamentata (Schulga-Nesterenko, 1941), specimen PIN, no. 2985/474; Turataw
Mountain; d — Shulgapora pseudokolvae (Schulga-Nesterenko, 1952), specimen PIN, no. 613/541;
Kuzminov Massif, borehole 102/21; e — Cavernella cavifera (Schulga-Nesterenko, 1939), speci-
men SibGIU, no. Ne 12/30; Kushtau mountain; f, g — Rhombotrypella composita Nikiforova, 1939,
specimen SibGIU, no. 12/29; Shakhtau quarry. Key: N — node, D — diaphragm, Ca — cavernozooe-
cium, Mi — microstyle, mAc — macroacanthostyle, miAc — microacanthostyle, C — cyclozooiecium,
E — exilazooecium.

Fig. 6. Structures in the colonies of Cretaceous bryozoans from the order Cheilostomata (Upper Cretaceous,

lower Maastrichtian, Karsun Formation; Samara region, Russia, near Podval’e village): a — Lunulites
pseudocretacea Hékansson et Voigt, 1996, specimen SibGIU, no. 12/32; b — Rhagasostoma rowei
(Brydone, 1906), specimen SibGIU, no. 12/33; ¢ — Biaviculigera sp., specimen SibGIU, no. 12/34.
Key: V — vibraculum, vA — vicarious avicularium, Cr — cryptocyst, S — spine.
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