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B pesynbrate usyueHus Mo3aHeneBOHCKO—PaHHEMUCCUCUTICKMX MIITaHOK EBpa3uu ycTaHOBJIEHBI OCHOB-
HbI€ TEHISHIINM X MOP(MOIOrnuecKoi 3BOMIOLMU Ha pydexke neBoHa—KapOoHa. C Hayajia ¢aMeHCKOro
BeKa U 10 KOH1Ia TYPHEMCKOro BO3pacTajio pa3HOOOpa3ue X BEPTUKAIbHBIX KOJIOHUI: TIPOUCXOAMIIO pa3-
pacTaHue Be3uKyasipHoi TKaHu y Cystoporata, U3MeHeHHe CTPYKTYPbl CTEHOK aBTO300U10B y Trepostoma-
ta, ycioxHeHue nonumopdusma y Cryptostomata, usMmeHeHue cTpoeHus 1pyTheB y Fenestrata. Hant6onee
OBbICTpbIE 3BOJIIOLIMOHHbBIE U3MEHEHUSI OTMEUEHbI Y padbaomMe3nH u3 otpsiaa Cryptostomata, BblpaXKeHHbIE B
CMEHE CITMPaJIbHOTO PACITONIOKEHMSI aBTO300MI0B Ha KOMILIEKCHOE ¥ BBICOKOM Pa3HOOOpa3ny reTepo3o-
OUJIOB U cTuJjei. Pa3BuTHE B KOJTOHUSX MILIAHOK KWJIei, OyTOPKOB, 3aLLIMTHBIX CETOK, aKAHTOCTUJIEH U K-
MUKOB, OYEBUIHO, ObLIO CBSI3aHO C HEOOXOIUMOCTBIO 3aIIUTHI OT XUIITHUKOB.
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BBEAEHUWE

C opIoBHKa IO HaCTOsIIIee BpeMsl MIIAHKU 111~
POKO TIpelICTaBICHBI B pa3JIMYHBIX BOOAHBLIX OMOTOMNAX
mwiaHeTsl (Boardman et al., 1983; McKinney, Jack-
son, 1989; Hu, Spjeldnaes, 1991; Ma et al., 2015). Be-
POSITHBIMM TIPUYMHAMU CTOJIb IJIMTEIBHOIO MX CY-
IIECTBOBAHMUSI paccMaTpUBAIOTCS MOMYJIbHAasi opra-
HU3alMsI MIIAHOK M BBICOKAS CTEIIEHb aganTalui K
pasIuYHbIM yciioBusM obutaHus (I'oproHoBa, 1985;
T'oproHosa u ap., 2004; Ernst, 2019). Mopdonoruue-
CcKasl 3BOJIIOLIMSI 3TUX KOJOHMAJIbHBLIX OPraHU3MOB
00yCJIOBJIeHA KOMILJICKCHBIM BO3IEeHCTBHEM pa3HO-
pormHbIx ¢aktopoB. Cpenm BHYTPEHHUX THPUYNH
MOXHO paccMaTpuBaTh HaXOXICHUE OTIEJIbHBIX
TPYIII HA KOHKPETHOM (pa3e 3BOTIOLMOHHOTO Pa3BU-
TUsl (3KCTEHCUBHAsSI IUBEPIreHINS, PAclBET, YIAI0K
WIN penuKToBas asza), crocod peajmu3anuyd TOTO
WJIA UHOTO 3BOJIOLIMOHHOTO NMyTU (apoMopd03, Ou-
BepreHiusi, romeoMopdus, apauieansMmsl) (Mopo-
30Ba, 2001; 'opronosa u ap., 2004). C opyroii ctopo-
HbI, 0YEBUIHO, BaKHOE 3HAYEHNE UMEIN CYIIECTBO-
BaBIlIMe KOHCTPYKTUBHBIE Mopdogorun (CTpyKTypa
CTEHKU, pa3BUTHE WIU OTCYTCTBUE I'e€T€PO300UIOB)
(Ernst, 2013a, b). K BHemrHIM (pakTOpam ClaeayeT OT-
HECTU IJIOOAJIbHBIE IIPOIIECChl (TpaHCIpeccUs—pe-
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rpeccusi, TEeKTOHUYeCKash aKTUBHOCTb, MU3MEHEHME
KJIuMara 1 T.4.), a TaKXe BO3IEHCTBUSI CO CTOPOHBI
OMOTHl (KOHKYPECHIIMS MEXIy MIIaHKaMW pPa3HBIX
OTPSIIOB, C UHBIMU GEHTOCHBIMU TPYITHAaMU, BIUS-
Hue xuinHuKoB) (Ernst, 2013a, b). Kpome Toro, He-
00XOIUMO YYUTHIBATH U TPUYUHBI JTOKAJBHOTO Xa-
pakTepa: TeMIepaTypy M COJICHOCTb BOMbI, TJyOUHY,
ocobeHHocTH cyocTpaTa (Nelson et al., 1988; McKin-
ney, Jackson, 1989; Hageman et al., 1998; Tolokon-
nikova, Ernst, 2017). KommiekcHoe BoO3aciicTBUE
YCIIOBUI OKpYKaIONIeil cpelibl 3HAYUTEILHO BIIUSIIO
Ha (opMy U CTpOEeHUE KOJIOHUIA, BBI3LIBAJIO MOSIBIIE-
HUE WJIM MCYE3HOBEHME B HUX KOHKPETHBIX CTPYK-
TYPHBIX 3JIEMEHTOB.

Ilens HacTosIIE paOOTHI 3aKITIOYAETCS B aHATTU3€E
MOP(DOJTOTUYECKUX M3MEHEHUM, MPOUCXOAUBIINUX Y
MIIIAHOK Ha IIPOTSKEHUU 25.5 MIIH JIET (C paHHETo
¢damMeHa o Mo3aHero TypHe). BoIOOp KOHKpeTHOTO
BPEMEHHOTO WHTEpBaJia OOYCJIOBJIEH BaXXHOCTHIO B
9BOJIIOLIMY paccMaTpuBaeMbix opraHn3moB. Ha rpa-
HUllEe JTeBOHa—KapOoHa 3aBepllniach CMEHa paHHe-
MaJIC030MCKMX MIITAaHKOBBIX COODIIECTB Ha MO3IHEeTIa-
JIeO30iicK1e, MOSBWINCH Pa3HOOOpa3HbIE BHYTPEH-
HUE CTPYKTYpPbI, TIOJYYMBIINE IIUPOKOE Pa3BUTHE Y
KaMEHHOYTOJIbHO—TIEPMCKUX POJIOB. YUTEHBI TOJb-
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KO JaHHbIe Mo Tepputopuu EBpaszum, BClenacTBue
OrPaHMYEHHOCTU CBEICHUIA O HAXOIKax MO3IHEIe-
BOHCKO—PaHHEKAMEHHOYTOJIbHBIX MIIIAHOK Ha JIpy-
I'MX KOHTUHEHTAX.

MATEPUHAII
1 METOJbI UCCIIEAOBAHUA

dakTyecKoii OCHOBOIT I aHanu3a MopdoJio-
IMYECKUX UBMEHEHUI MIIIAHOK, paCIpPOCTPaHEHHbBIX
B (paMEeHCKO—TYpPHEMCKMX OTJOXeHUsIX EBpasun,
MOCJIy>XKIJIa COCTaBJIEHHasI aBTOPOM 0a3a maHHBIX. B
Hee BOIIIN: 1) cBeaeHMS U3 BCeX JOCTYIHBIX IUTEpa-
TYPHBIX MUCTOYHMKOB, 2) JaHHBbIE MEPEOITMCAaHHOIO
aBTOpoM  My3eiiHoro Marepuasa  (KOJJIEKIIUU
A.M. fpommnckoii u B.JI. JlaBpeHTBheBOIT) U 3) pe-
3yIbTaThl 00PabOTKM COOCTBEHHBIX COOPOB MJIN COO-
poB kKoyuter (okoio 1200 3k3.). beliu NOMOITHUTEIb-
HO HU3y4YeHBI (haMEHCKO—TYpHECKUe MIIAaHKU U3
koyutekuuit B.I1. Hexopomesa (LIHUI'P wmys3eit),
K.H. Boakosoit (HCI'M CO PAH), B.b. Tpususl
(BHUT'PHU), N.II. Mopo3zoBoii, T.JI. Tpoulkoii,
P.B. ToproHosoii, B./l. JlaBpeHnTheBoii (ITMH) u
A. Dpucra (I'amOyprckmii yH-T). B utore rpoananm-
3UpOBaHO 689 BHIOB, KOTOpPBIE IO COBPEMEHHBIM
MpeICTaBICHUSIM OTHOCITCS K 127 ponam, 41 cemeii-
CcTBY, ueTblpeM oTpsizaM (Cystoporata, Trepostomata,
Cryptostomata u Fenestrata). Mickormaemble MIIIaHKU
M3Y4aJINCh B OPUEHTUPOBAHHBIX IUTHA(MAaX, N3TOTOB-
JIEHHBIX U3 (hparMeHTOB UX KOJOHUI, MUKPOCKOIIM-
YEeCKHUM METOIOM.

POPMA KOJIOHUUN
N NOJINMMOPD®U3M 300UA0B

INaneos3oiicke MIMaHKKW CTPOWJIM pasHOOOpa3-
HbIe IO (hOpMe KOJIOHUM, KOTOPBIe MOXKHO paccMar-
pUBaTh KaK COBOKYITHBII pe3yabTaT (pujIoreHeThIe-
CKOI1 UCTOpUU U afanTalu K YCIOBUSM OKpPYKato-
meit cpensl (Hageman et al., 1997, 1998; Taylor,
2005). Pa3zBuTtue riepBUYHOrO 300113 KOJJOHUU — aH-
LIECTPYJIbl — MOTJIO HAaYMHAThCS Ha JIUTOKJIACTUKE
(rajibke, TecCYMHKe, KOHKpelUn) WU OMOKIIaCTUKE
(CTBOpKE PaKOBUHEBI, YACTU CKeJieTa Pa3IUIHBIX CY-
IIECTB), XKMBBIX opraHu3Max (Bomopocisix) (Hage-
man et al., 1998). JlanbHelmuii pocT KOJTOHUU, TTO-
MHUMO T€HETUUYECKOTO KOHTPOJISI, 3aBUCE]I OT KOM-
IUTeKca JIOKIbHBIX aOMOTUYEeCKNX (haKTOPOB,
HaIpuMep, MUIIEBBIX PECYPCOB, SHEPTUH, TeMITepa-
TYpBHl ¥ COJIEHOCTU BOIbI, CKOPOCTU CEAUMEHTAIIUN
(McKinney, Jackson, 1989). 'abutyc KoJIOHMI1 OoIIpe-
neJsuicst (hopMoi, XapaKTepoM TTOYKOBAHMST M pac-
MOJI0KEeHMS aBT0300MI0B (puc. 1). Y MIITaHOK BBISIB-
JIeHa BBICOKAsI CTeNeHb KOHBEPTEHIIMU MEXKIY KPYyT-
HeiMu Tpynnamu (Anstey, Pachut, 1995; Ernst,
2013b), a Takke roMeoMopdus M IapaUIeTU3MBbI
(Actposa, 1978; Mopo3zosa, 2001; I'opronosa, 2011).
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Ha pyGexxe meBoHa—KapOOHA KOJOHUU MIIAHOK
XapaKTepU30BaAIUCh BEPTUKATbHBIMU KOHCTPYKIIUSI-
MU, Oarogapsi KOTOPbIM CHUKaJIaChb KOHKYPEHIIMS
3a IUIOIAAb HA CyOCTpaTe MEXXAY HUMU U C APYTUMU
GEHTOCHBIMM OopraHn3MamMu. Kpome Toro, yBennau-
Bajlach ITLJIOLIAIb ITOBEPXHOCTU KOJOHUM, Opolllae-
MOI1 TOKaMU BOJIbl, HECYILIMMM MUTATEIbHBIC Bellle-
CTBa. AHaIU3 CTPOECHUSI KOJIOHUI (DaMEHCKO—TYyp-
HEMCKUX MIIMaHOK "3 43 MeCTOHaXOXIeHUit
HenTpansHoii n FOxHo# Poccuu mmokasan TOMUHM-
pOBaHUE BETBUCTHIX BEPTUKAJIbHBIX (DOPM B paHHE- 1
no3aHeaMeHCKUX MINAHKOBBIX aCCOLIMALUSIX, U
cetyaTthix — B TypHeiickux (Tolokonnikova, Ernst,
2017). TlomoOHoe pacmpenelieHre KOJOHUWAIbHBIX
¢OpM COOTBETCTBOBAJIO CMEHE TOMUHAHTOB B 3TUX
accouuanusx: npeobjagjaHUEe B IMO3IHEM JEBOHE
TpenocToMaT, a B paHHeM KapOboHe — deHecTpar
(TonoxonHukoBa, 2008; Gutak et al., 2008).

N3meHenune pazHoobpas3ust popM KOJIOHUI B pac-
cMaTprUBaeMOM MHTEpBaje, BEPOSITHO, ObLIO CBSI3aHO
C OCUWUISIIUSIMU TUIOLIAIN U TJTyOMHBI MOPCKUX Oac-
ceitHoB. TpaHcrpeccun B camMoM KOHIIe (pamMeHa U B
Havajie TypHE CIIOCOOCTBOBaIM (DOPMMPOBAHUIO Ha
MEJIKOBOIHOM 1ieNibde (cpeqaue rayonHsl 80—200 m)
pa3HOOOpPa3HBIX TUMOB KOJIOHUI MITaHOK. B 6yaro-
MIPUSITHBIX YCIIOBUSIX (IIPOrPEThIe BOIbLI, HOpMaIbHas
COJIEHOCTbh, HEBBICOKASI DHEPI'Us BOIABI M HU3KAS CKO-
pOCTb CEIUMMEHTAllMKM) pa3BUBAJIUCh IIPEUMYILEe-
CTBEHHO TMOJHSIThIE U TTPUTIOAHSTHIE HAJl CyOCTpaToOM
KOJIOHMHM (CeTYaThle, MPSIMbIC BETBUCTBIC, IBYCIOM-
HO-CUMMETPUYHBIE BETBUCTbIE M ILIACTUHYATHIE).
ToHKMe BeTOYKM MIIIAHOK, OY€BUIHO, POCJIU B yCJIO-
BUSIX HEPOBHOCTEW MUKpopeabeda THa Ha ydacTKax
CO CIIOKOMHBIM ABWKEHMEM BoAbl. MHKpycTHpyIO-
1€ OTHO- ¥ MHOTOCJIOMHBIE KOJIOHUU (hDOPMUPOBa-
JIUCh HEJAJIEKO OT O€pEroBoii IMHUU, TOCKOJIbKY OHU
HauboJiee YCTOMUMBBI B YCJIOBUSIX aKTUBHOU TUIIPO-
JIWHAMUKU 1 pa3HOpomHOCTH cyocTpaTa (McKinney,
Jackson, 1989; Bone, Wass, 1990). Bozpacranue noiau
WHKPYCTUPYIOIIMX KOJOHUI B MIIIAHKOBBIX COOOIIIE-
CTBaX paHHeTro—cpeaHero paMeHa Mo CPaBHEHUIO C
MO3THUM (PpaHOM OBLIO 00YCIOBIIEHO IIOCTEIIEHHBIM
oOMeJieHrneM 0acCeiHOB 1, KaK CISACTBUE 3TOTO, U3-
MEHEHMSIMU COJIEHOCTH BOJbl M 0OBbEMa ITOCTYIIaB-
IIET0 TEPPUTEHHOTO MaTepuasia, HapyleHUEM HOp-
MaJIbHOI LIMPKYJISILIUM BOI, 0OeCeYMBaBIINX MIIIa-
HOK TTUIIEMN.

[IposiBuBIIMECST B Haydaje ACBOHA BO3pacTaHUE
FETePOTe€HHOCTU CTPYKTYPHBIX TUIIOB CE€TYATBIX KO-
JIoOHU# eHecTpaT (MJacTUHYaAThle, BEEPOBUIHBIE,
BETBUCTHIE, BODOHKOBUIHEIC U ApP.) M 3BOJIOLMOH-
Hoe IIpeoOpazoBaHue (POPMBbI aBTO300MIIOB CTaIU
OCHOBOW HauOoOJbIIeid 3HAYUMOCTU ITOM TPYITITHI
MILIAHOK B KaMEHHOYTOJIbHOM Tiepuoae (Mopo3oBa,
2001). Kononuu ¢eHecTpat ObLIM 00pa3oBaHbI CBO-
OOIHBIMU, AaHACTOMO3UPYIOIINMU WU COeTUHECHHBI-
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Puc. 1. PazHoo6pa3zue (opm KOJTOHUI MILIAHOK U aBTO300UIOB: @ — OJHOCJIOMHAsI UHKPYCTUPYIOLIAsl KOJIOHUS LIMCTOINOPAT-
Hoit Fistulipora praetubulosa Lu, 1999 ¢ Tpy6uatbiMu mmmHapudeckumu aprozoovaamu (TLIA), sk3. Ky3I'TIA, Ne 4/41.1;
Poccus, Kypranckast o61., ckB. Boctouno-Kypranckast 49, riry6. 767.5 M; BepxHMii 1eBOH, haMeH, BepXHedhaMeHCKUii TTOIb-
sipyc, ciaou ¢ popamuHudepamu Quasiendothyra kobeitusana—Quasiendothyra communis; 6 — MTHKpYCTUPYIOIast OMHOCION -
Hasl KOJIOHUSI TpertocTtomMatHoit Leptotrypa lipovkiensis Tolokonnikova et Pakhnevich, 2019 ¢ TpyO04aThiMu ITpu3MaTUIECKUMU
aBrozoounamu (TTIA), ronorurt Cu6l’'M1Y, Ne 12/14.2; Poccus, Jlunenkast o6j1., MecToHaxoxaeHue y ¢. JINoBKa; BepXHUIA
IIeBOH, (haMeH, 3aIOHCKUI1 TOPU30HT; 8 — TOHKOBETBHUCTasI KOJIOHUSI KpunTocTomaTHoit Nikiforovastylus ourthensis Tolokon-
nikova, Ernst, Poty et Mottequin, 2015 ¢ konenuaro-u3ornyteimu aBrozoounamu (KMA) u cpenunnoit ocbio (CO), romotun
JIsexckuit yH-T, ULg PDS-72i; Benbrus, JuHanTckuit ciHKJIIMHOpUi, pa3pe3 Pont-de-Scay, cioii 72; BepxHuii neBoH, da-
MeH, dopmauuss Comblain-au-Pont; ¢ — ceryaTtass ruiacTiHYaTast KOJOHMsI (peHecTpaTHOM Spinofenestella abyschevoensis
(Trizna, 1958) ¢ kopo6oukoBunHbIMU aBTO300MAaMu (KA), ak3. [IMH, Ne 1613/412; HaxuueBaHb, ['epaHKanacMHCKUIA pa3pes;
BEPXHUII IeBOH, (paMeH, aplirakmax0ropcKas CBUTa, MECTHasl OpaxuorongoBas 30Ha julii—nigra.

MU HepeKiaguHaMU IIPYThsIMU. [10TOKM BOIBI OMBI-
Bau POHTATIBHYIO ITOBEPXHOCTh KOJIOHUM C PaCIIO-
JIOXXEHHBIMU Ha Heil amepTypamMud aBTO300UIOB, U
MPOXOIUIIN Uyepe3 TETIN UJIU CBOOOIHBIE TIPOMEXKYT-
KU MeXAY MPYThsIMU, 00TeKast AOPCAJIbHYIO CTOPOHY,
rae aneptypbl orcyrcTBoBaiv (Cowen, Rider, 1972;
Mopo3zoBa, 1987; McKinney, Jackson, 1989). Kunu,
pasnessBIIve PSabl allepTyp aBTO300UI0B, U OYrop-
KU Ha TIPYThsIX, MTOMUMO 3allMTHBIX (DYHKIIUIA, oue-
BUIHO, OBLIM BaXKHbI JJIs1 PETYISILIUN TUAPOAHAMU -
YeCKOM CUTyallud BOKPYT aBTO300MIOB U YCUJICHUS
spdektuBHOCTH uTaHust (McKinney, 1981; Ernst,
2013b; Suarez Andres, Wyse Jackson, 2015). HauBbic-
IIero paciBeTa cpenu (peHecTpar B Havaie KapOoHa
mocturiim MmaHkM ceMelictBa Fenestellidae King,
1849 ¢ buaTepagibHOM CUMMETpHUEl IIPpyTheB, chop-

MUPOBAHHBIX IBYMSI PSIIAMU YePEIYIOIIUXCS AaBTO30-
ounoB. Onu coctaBistnu 70—80% MIIaHKOBBIX acCO-
nuanuii (Mopo3sosa, 2001, c. 35). Haubonbiimm Bu-
JIOBBIM pa3HooOpa3ueM (4—9 BUOOB OIHOTO poaa) B
damMeHCKO—TypHelickux oTinoxeHusx EBpasum or-
JIMJYanuch MimaHKu ponoB Rectifenestella Morozova,
1974, Spinofenestella Termier et Termier, 1971 u
Fenestella Lonsdale, 1839 ¢ miacTuHYaTBIMU, BEEPO-
BUIHBIMU WIX OOKAJIOBUIHBIMU CETYATBIMU KOJIO-
HUSIMH.

K camoMy Hauany TypHe IPUYypPOYEH PacLBET ce-
meiictBa Acanthocladiidae Zittel, 1880 (Mopo3ogBa,
2001), cBsI3aHHBIN ¢ MOSIBJICHMEM TaKMX POIOB, KakK
Arborocladia Nekhoroshev, 1956, Pseudopolypora
Morozova et Lisitsyn, 1996 1 ¢ 0OGMIIBHBIM BO3HUKHO-
BEHMEM HOBBIX BUIOB Y YK€ CYILIECTBOBABIINX POIOB.

MAJTEOHTOJOTMYECKUM XKYPHATT Ne 1 2021
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Puc. 2. Mmanku cemeiictBa Acanthocladiidae: a — kpynHoneT/InMcTas cerdyarast BeepoBUaHast KooHust Mackinneyella mac-
coyana (Ulrich, 1890), ak3. Ky3I'TIA, Ne 4/31.1; Poccusi, Kypranckast o61., ckB. Boctouno-Kypranckas 44, riy6. 454.0—466.3 m;
HIDKHUI KapOOH, TYPHEMCKUIA sIpyC, BEpXHETYPHEUCKUIN MOIBIPYC; 6 — METKOIIETINCTas ceTyaTast KosioHust Polyporella bise-
riataformis (Nekh., 1956), aka. Ky3I'TIA, Ne 4/31a.1; MecToHaxoXaeHue TO ke, ray0. 497.0—506.4 M; Bo3pacT TOT Ke.

Muanku cemeiictBa Acanthocladiidae otnuyanuce
YCJIOKHEHHBIMU CTPYKTYPHBIMM THUIAMU KOJIOHMIA
(YyToIIIeHHBIE TPSMBIC WJIM BOJTHUCTHIE TIPYThsI, CBO-
0ofHbIe JIMOO COEIMHEHHbIE MepeKIaIuHAMU WU
aHaCTOMO3aMM), Pa3BUTUEM IIPYThEB, COCTOSIBIIMX
U3 ABYX—IIECTU PSIIOB aBTO300UA0B, MPUCYTCTBUEM
Ha TepeKIaIHaX aBTO300UI0B, OOMIEM OYyTOPKOB
Ha 00erX CTOPOHAX KOJIOHUHU (puc. 2). 3HAYUTEIbHOE
yBEJIMYEHUE KOJUYECTBA aBTO300UIOB, (hopMUpPO-
BaBIIUX MPYThsl, MPOSIBUJIOCH U Y BO3HUKIIIETO B paH-
HeM TypHe cemeiictBa Fenestraliidae Morozova,
1963, cyiiecTBOBaBIIIEro 40 KOHIIA nepMu. Beposir-
HO, BOo3pacTasliiee KOJIMYeCTBO aBTO300UIOB Ha Tpy-
ThSIX OBIJIO KOPPEISITUBHO CBSI3aHO C YMEHbIIIEHUEM
Ha pyOexe meBoHa—KapOoHa KOJIMYeCTBa U pa3HOO0-
pa3ust GUTOIUIAHKTOHA (3eJIeHBIe BOIOPOCIIH, TUATO-
Meu, IIUaHOOAaKTepuM, aKpUTapxu), SIBJISBIIETOCS
nuiien mrg mimaHok (Schwark, Empt, 2006; Strother,
2008; Riegel, 2008). HekoTopble aBTOPHI CBI3bIBAIOT
5TO SIBJICHWE C KOHIIEHTpallMeil YIJIEeKHMCIIOTo rasa
(Berner, 2006) win co CMEeHOM TEIJIOro KJimMara Ha
6osee npoxnagueiid (Lakin et al., 2016). IToaumop-
¢dusm deHecTpat B hameHe—TypHE ObLI C1a00 BbIpa-
KeH. KpoMme aBT0300110B, MI3BECTHBI TOJTEKO MUKPO-
3oouabl 'y poma Permofenestella Morozova, 1974
(Yang et al., 1988), ¢ KOTOpbIM CBSI3BIBA€TCSI HEKOTO-
poe yBeIM4eHHe pa3HooOpa3us eHeCTe/UTNA B Ha-
qaje TypHe.

KpunrtoctoMmaTHble MiTaHK1 EBpasnut oTHoOcATCS
K momorpsimam Ptilodictyina Astrova et Morozova,
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1956 1 Rhabdomesina Astrova et Morozova, 1956.
IITunoauKTUMHAM, HaXOAWUBIIUMCSI, MO MHEHUIO
I'opronosoii (2007), B peIMKTOBOI (ha3e IBOITIOLIM-
OHHOIO pa3BUTHs, B (hamMeHe—TypHE OBLUIM CBOIi-
CTBEHHBI pa3InyHbie (DOPMBI KOJJOHUU (BETBUCTHIE,
TlacTMHYaThle W JIp.), MPEUMYIIECTBEHHO C ABY-
CITOMHO-CUMMETPUYHBIM TTaHOM cTpoeHust. C cepe-
JIWHBI 0 KOHIIA (haMeHa MOSIBUINCh Y UCUES3ITU POJIBI
Junggarotrypa Lu, 1999, Geranopora Gorjunova,
2007, Mysticella Gorjunova, 2007 (puc. 3, 6, ¢) u Ta-
maroclema Gorjunova, 1992, y KOTOpbIX FeTep0O300HU-
JIbI OBUTN TIpEACTaBICHBI TOJBKO AKTUHOTOCTUIISIMU.
B TypHe NTWJIONUKTUMHBI OBLIA TIPEACTaBIEHBI PO-
mamu Taeniodictya Ulrich, 1888 u Intrapora Hall,
1883. Bunpr Intrapora, BO3HHMKIIIME B CEpEINHE IEBO-
Ha, OTJINYAIUCh ABYCIONHO-CUMMETPUIHBIMU TIIa-
CTUHYATHIMU KOJIOHUSIMU C OOMJIbHBIMHM METa300M-
Jamu. bunatepanabHBIN TJIaH CTPOEHUS, C KOTOPBIM
cBsI3aHa paboTa J0(hodhopoB Ha 06erX CTOPOHAX KO-
JIOHWY BO BpeMsI (UIbTPALIUN BOIbI, OBLJI, OUeBUIHO,
3¢ deKkTBHEE TIPU HAIIPaBJIIEHHOM €€ OPOIIEHUU.
Kpome NTUIOAMKTUMH, 3TOT MJaH CTPOCHUST U3Be-
CTeH Yy LIMCTOMOpPATHBIX MIlaHOK mnomoTpsina Hex-
agonellina Crockford, 1947, y ponoB Sulcoretepora
d’Orbighy, 1849 u Meekopora Ulrich, 1889, a y Tpe-
MOCTOMATHBIX MIIIAHOK ToaoTpsina Amplexoporina
Astrova, 1965 — y ponos Triznotrypa Lavrentjeva,
1997 u Petalotrypa Ulrich, 1890 (puc. 3, a, 6).

IMapamrenpHOe pa3BUTME Y NTWIOAMKTUUH
(Cryptostomata) n amruiekconnopuH (Trepostomata)
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IMonocTu aBTO300CIIMIEB

YKopoueHHast
Me30TeKa

Me3soreka

AKAHTOCTUJIIN AKTUHOTOCTUJIU

Puc. 3. [Ipumep napayennsma y MiiaHok oTpsinoB Trepostomata u Cryptostomata —ousiatepajibHble KOJIOHUM ¢ ME30TEKO 1
aKaHTOCTUJISIMH: a, 6 — Petalotrypa proprius (Tolokonnikova, 2006), ronotun Ky3I'TIA, Ne4/5.1: a — nmorepedyHoe ceueHHe, 8 —
TaHreHIMaabHoe ceueHue; Poccust, Ky3nenkuii 6acceiin, HeBckuit pa3pes; BepxHuii 1eBOH, (paMeH, TOTOHUHCKHI TOPU3OHT;
0, 2 — Mysticella sarcosancta Gorjunova, 2007, sk3. ITMH, Ne 1613/695: 6 — roriepe4Hoe ceyeHue, ¢ — TAHTeHIIUAJIbHOE ceue-
HUe; ApMeHMUs, 10X. CKJIOH I. bupanu-Ky3seii; BepxHuii 1eBoH, (haMeH, llIaMaMUI30pCKasi CBUTa, MECTHAsI OpaxuoIomaoBasi 30-

Ha ghorensis—pamiricus.

OmnaTepajbHBIX KOJOHUM M CTWIEH OTpaxkaeT OguH
U3 pe3yJbTaTOB afalTallMy Pa3HbIX MILIAHOK K CXOJI-
HBIM YCJIOBUSIM OKpYXXalolllel cpelibl. ¥ KpUNTOCTO-
MaTHBIX MILIAaHOK ponaa Mysticella u TpenmocToMaTHbBIX
MIIIaHOK pona Petalotrypa KOJOHUM BETBUCTHIE ABY-
CJIOMHO-CUMMETPUUYHBIE C ME3OTEKOM, pEAKUMU aK-
TUHOTOCTWISIMU WJIU aKAaHTOCTUJISIMUA COOTBETCTBEH -
Ho (puc. 3).

HMcxkimounTenbHO OpsiMble BETBUCTBIE KOJIOHUU
padaoMe3uH co cpegHuM auameTpoM 0.5—1.5 MM oT-
JINYaJUCh CUpaibHOM (hopMoii pocTa, yBeIMUnBaB-
Ieif UX YyCTOMYMBOCTh U MPOYHOCTh B OCBOSHHBIX
sKosiorndyeckux Humax (I'oproHona, 1985). Mex300-
UIalbHble 00pa30BaHUs B KOJOHUSIX 3THUX MIIAHOK
ObLIY TOBOJbHO Pa3HOOOPA3HO MPEACTaBIEHbBI: TEK-
tuzoounamu (Clausotrypa Bassler, 1929 u Pseudone-
matopora Balakin, 1974), metazoounamu (Nikiforov-
ella Nekhoroshev, 1948 u Mediapora Trizna, 1958),
MmakpoakaHTocTWwisiMu [Rhombopora Meek, 1872 u
Klaucena (Klaucena) Trizna, 1958], akTMHOTOCTHJISI-
mu (Rhenishella Tolokonnikova, Ernst et Herbig,
2014 u Primorella Romanchuk et Kiseleva, 1968), na-
ypoctiisiMu 'y poma Paranicklesopora Gorjunova,
1988 1 mopamu. B KonoHUSIX GOJBIIMHCTBA POAOB
COYETAINCh TeTepO300UIbl 1 CTIIN. B Xome aBomo-
U pabaoMe3rH Ha pyOexe neBoHa—KapOoHa IIpo-
HUCXOJINIIO TIOCTETIEHHOE YCI0XHEHNE MOP(hOJIOTUH 1
YCHJIEHHOE BUI000Opa3oBaHe y BEAYIIUX POIOB, XO-
poliro mpociexunparonnecs Ha mpuMmepe Nikiforovel-
la. ITossBuBIIMCH B Havajie (pameHa ¢ BuIoM N. nitida
Troizkaya, 1979, 3TOT poa K KOHIIY TypHE HAaCUUTHIBAI
11 BunoB (TonokonHukosa, 2017). ToHKre BeTOYKU
miaHok Nikiforovella (muamerpom 0.60—1.95 MM) 06-

Pa30BBIBAIMCH TTOYKOBABITMMUCS BOKPYT CITPATBHOM
OCH aBTO300MIIAMM, TPOMEXYTKU MEXITY KOTOPHIMU
3aTOJTHSUIMCh METa300MIaMU U aKaHTOCTWISIMU. Me-
Ta300UIbl BBIMOIHSIN (PYHKIIMU YKPETIEHUST KOJIO-
HUM ¥ CBSI3M MeXIy aBro3oouaaMu. C Hadaa pame-
Ha JI0 KOHIIAa TYpHE BO3PACTaI0 KOJUYECTBO META30-
ongoB (ot 1-2 nmo 5—8 Ha IUIOIIagKE MEXAY
anepTypamMu) 1 yBeauuuBaics ux auamertp (ot 0.02—
0.04 mo 0.03—0.06 mm). XapakTep pacHOJOXEHUS
METa300MIIOB BOKPYT aIllepTyp Ha MOBEPXHOCTU KO-
JIOHUi MEHSIJICS B CTOPOHY €TI0 XaOTUYHOCTHU. AHAJIO-
TAYHas TEHIEHIIUS TTPOSIBUIIACH Y BHITTOTHSIBIINX 3a-
IMUTHYIO QYHKITUIO aKaHTOCTHIICH: B TeueHMe haMe-
Ha—TypHE TTPONCXOINIIO YBETNIEHUE UX KOJIMIEeCTBA
BOKPYT OIHOM anepTypbl (0T 2—3 10 oOMJIbHBIX). K
KOHILy TYpHEHCKOTO BeKa 0ecropsiIouHOe pacnoyio-
xeHue akantoctwieil y Nikiforovella moytu moaHo-
CTBIO 3aMECTWJIO 3aKOHOMEPHOE, XapaKTepHOe st
damMeHcKkux nipeacraButesieit atoro poaa (TomokoH-
HUKOBa, 2017).

K xoH11y (pameHa nmpuypodeHa BCIBIIIKa 00pa3o-
BaHMS POJIOB U CEMECTB y pabnoMe3uH. AHAJIN3 AU-
HaMUKU POAOBOrO pa3HOOOpas3usi KpUIITOCTOMAT Ha
pybexe neBoHa—kap6oHa (Tolokonnikova, 2019) ne-
MOHCTPUPYET OOJIbIIOE KOJUYECTBO KaK TMOSIBUB-
LIUXCS, TAK U BbIMEPIIUX POJIOB 3TUX MIIaHOK. MX
Mopdoaornyeckoe pazHooOpa3ue xapakTepusyer y3-
Kylo cnenuaiu3anuio (TeaoMopdo3), CBI3aHHYIO C
MPHUCIIOCOOJIEHUEM K OCOOBIM YCIOBHUSM CYIIECTBO-
BaHUS JIOKAJIbHOTO WJM PErMOHAIbHOrO Maciiraba.
M3MmeHeHue 3TUX YCJIOBUN BBI3bIBAIO UX TMOeib. B
TeueHUe (paMeHa TOSIBUJIOCh M BbIMEPJIO TpU poja
pabmoMe3nH ¢ YIIPOIIEHHOI OpraHm3alueil KoJo-

MAJTEOHTOJOTMYECKUM KYPHATT Ne 1 2021
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Huii: Rhenishella Tolokonnikova, Ernst et Herbig,
2014 (Tonpko akaHntocTmwin), Pseudoascopora Gorju-
nova, 1985 (1y4ok nepBUYHBIX 300UI0B U aKTUHOTO-
ctuim), Nikiforovastylus Tolokonnikova, Ernst, Poty
et Mottequin, 2015 (MeTa3o00uabl 1 AKTUHOTOCTHUIIN).
Mimanku poma Ipmorella Gorjunova, 1985 ¢ enuH-
CTBEHHBIM ITEPBUYHBIM 300MI0M B LICHTPE KOJIOHUU
¥ peIKMMHU MeTa300MAaMU, BO3HUKHYB B KOHIIe (ha-
MEHa, yXe B IIepBOil MOJOBMHE TypHE HCYE3IU U3
MOpcKUX ©OacceiiHOB T1uiaHeTbl. CpaBHUTEIbHO
YCIHEUIHON 3BOJIIOLIMOHHOM MHHOBALIMEN CTAJIO T0Y-
KOBaHME aBTO300MI0B BOKPYT OCEBOIo 300unaa (pon
Rhabdomeson Young et Young, 1874) uiu my4yka oce-
BBIX 300110B (pox Ascopora Trautschold, 1876) ¢ mo-
MOJITHUTEJIbHBIM Pa3BUTHEM BOKPYI HMX BTOPUYHBIX
300UJ0B, MAaKpOaKaHTOCTWJIEH, aKTUHOTOCTUJIEN U
nop. IlepeuunciieHHbIE POABI MPOCYIIECTBOBAIU 10
KOHIIa TTIepMU, UCITBITaB paclBET BUI000Opa30BaHUs B
kapOoHe. B koH1Ie (pameHa pabnoMe3uHbI JOCTUIIU
HauBBICIIICH CTereHu IoauMopdusmMa, OoJiee 10
KOHIIa Maje030s1 He OOHOBJISIBILIETOCS.

damMeHcKME TPerOCTOMAThl (hOPMUPOBATIA PATH-
ajibHble  BETBUCTBIE, JBYCJIOMHO-CUMMETPUYHBIE
IUIAaCTUHYATbhle M BETBUCTbIE, oOpacTalolue, mac-
CUBHbIE KOJIOHUU C PA3IMYHO BBIPAXKEHHOM cTere-
HpIO mojmMmopdusma. Kpome aBTO300MI0B, OBIIH
pa3BUTHI 3Kcuirsizoonabl, Kak y Eridotrypella Dun-
can, 1939, Cyphotrypa Ulrich et Bassler, 1904, Lep-
totrypella Vinassa et Regny, 1921, me30300uabl — y
Neotrematopora Morozova, 1960, Minussina Moro-
zova, 1960, akantoctriu — y Leioclema Ulrich, 1882.
V 6obpIIMHCTBA BEIMEPIIUX B (haMEHE POIOB TPEIIO-
CTOMaT KOJIOHMU ObUIM pa3HOOOpa3HbIMM, KaK, Ha-
npumMep, y Anomalotoechus Duncan, 1939, Cypho-
trypa Ulrich et Bassler, 1904, Schulgina Morozova,
1957, Microcampylus Duncan, 1939. ¥V Buaa Atacto-
toechus cellatus Tolokonnikova, 2010, oouTaBIIero B
nogoHUHCKOe Bpems (cpemHuii pamen) B KysHelr-
KOM OacceiiHe, KOJIOHUM BETBUCTbIE U UHKPYCTUDPY-
olIye, y no3gHetrypHelickoro A. vaulxensis Ernst,
Tolokonnikova et Poty, 2017 u3 Hamiopckoro 6acceii-
Ha benbrunm — Tonabko BeTBUCThie (Tolokonnikova,
2010; Ernst et al., 2017). Bunst Anomalotoechus pro-
miscuus Lavrentjeva, 1974 u Schulgina zushaensis
Lavrentjeva, 1974 13 3a10HCKO—1e0EASTHCKUX OTJIO-
XeHUl (HXHui—cpenHuit hameH) Pycckoil muiat-
¢GOpMBI  XapaKTepU3YIOTCSI  UHKPYCTUPYIOLIMMU,
MAaCCUBHBIMU M BETBUCTBIMM KOJOHUSIMU (JIaBpeH-
TheBa, 1974). OHu opMUpoBaTCh BO BHYTPEHHEN
YacTu MEJIKOBOJHOTO IeJibdpa B MEPUOINYECKU 13-
MEHSIBIIUXCS ycJIoBUSX (yrybieHue/o0MeseHe)
OacceiiHa. [TosiBUBLIMECSI B KOHIIE IEBOHA POJbI Xa-
pPaKTEepU30BaINUCh TIPEUMYILIECTBEHHO BETBUCTBHIMU
dopmamu: Tabulipora Young, 1883, Stenopora Lons-
dale, 1884, Nikiforopora Dunaeva, 1964. B uenom K
Hayajay BU3€ MPOU3OIIIO CHUXEHUE pa3HOOOpasus
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KoJioHnanbHbIX popM TpenoctoMmat (Tolokonnikova,
2019). MoxXHO 3aMEeTUTh, YTO BETBUCTASI IIPSIMAsT KO-
JIOHUS SIBJISIACh AOBOJIBHO IIIMPOKO PAaCHPOCTPaHEH-
HOIT OopMOIt cpean majaeo30iMcKX MiTaHOK. Ee BeT-
BU, TIOOHSITBIE Haa CyOCTpaTOM, MMEJU OOJBIIYIO
TUIONIAIb OPOLLIEHMSI TOKAMU BOABI, HECYIEH TTHIIe-
Bble pecypchl. OmHAaKO TOHKOBETBMCTas KOJIOHUS
ysI3BUMa IIpY CUJIbHOM MOIBUXHOCTHU BOJI, IT0O3TOMY
OHAa TAroTejla K OTHOCUTEJIbHO TMAPOIMHAMUYECKHU
criokoitHeIM ydacTkaM aHa (Cheetham, Thomsen,
1981). ¥ nosiBuBmIMxcs B (haMeHe TpernocToMar Io-
BBILLIEHNE YCTOMYMBOCTU M IIPOYHOCTH BETBUCTHIX
KOJIOHU 1 TOCTUTATIOCh 32 CUET pacIIUPEHUs HI030-
HBI M, COOTBETCTBEHHO, YBEJIMUCHUS JUaMeTpa KOJIO-
HUU, KaK y MIIaHOK ponoB Rhombotrypella Nikifor-
ova, 1933 u Nikiforopora Dunaeva, 1964, uiu 3a cuer
BO3pacTaHUsI KOJIMYECTBA M/UJIM Pa3MepOB IeTepo-
300110B. TOJICTOBETBUCTBHIE KOJOHWUU OBLIM OoJjiee
YCTOMUYMBEI K aKTUBHBIM IBVKEHUSIM BOIBI M MOTJIN
KOJIOHM3UPOBATh BEPXHIOIO JINTOPAIb.

LucToropaTsl OTIMYANMCh NPeodIagaBIINMU B
¢dameHe MHKPYCTUPYIOLIMMU KOJOHUSIMU, KakK y Fis-
tulipora McCoy, 1849 u Cyclotrypa Ulrich, 1896. On-
HAKO HapsAy ¢ HUMU ObUIY MJIaCTUHYAThIC, MACCUB-
HbIe, pexe BeTBUCThbIe — Yy Eofistulotrypa Morozova,
1959. MHkpycTupylonie KOJOHUU B ONpeaeIeHHbIX
YCJIOBUSIX WMENIU NPEeUMYIIEeCTBO Mepel APYTUMU
dopmamMu pocrta: obpacrtass a000if THUIT cyOcTpaTta
(Bone, Wass, 1990), onu GbicTpo ocBauBaiu 0OJIb-
LIYIO TUIOIIAAb M COXPAHSIJIM YCTOMYMBOCTH K pa3-
JIMIHBIM BHeITHMM Bo3aercTtBusM (McKinney, Jack-
son, 1989). ITonumopdusm y 1mmcrornopar He ObLI
BbIpakeH. Bo BTOpOIii TOJIOBUHE TypHE MOSIBUIVCH
HoBble poasbl Fistulamina Crockford, 1947 u Ramipo-
ra Toula, 1875 ¢ 1eHTOYHO-BETBUCTOI (hOPMOI1 KOJIO-
HUI U ¢ KOJIEHYATO-U30THYThIMU 00Jiee KPYITHBIMU
aBTo3oougaMu. ITogodHast popma aBTO300UI0B CUM -
TaeTcsl TMpoaBuHyToii. OHa cMeHWJIa mnpeobyagaB-
Iy B ¢hpaMeHe TpyOJaTylo U, OYeBUIHO, O0eCIIeyr-
Bajla JOIOJHUTEIbHYIO 3alllUTy MOoaAunuaoB. s
BCEX POJOB LIMCTOMNOPATHBIX MIIAHOK XapaKTepHO
pa3BuTHEe Be3UKyJd. X KOJIMYeCcTBO B KOJIOHUSIX OT
¢damMeHa K TypHE YBEJIMYUBAIOCH. DTO MOXHO CBSI-
3aTh C TE€M, UTO BE3UKYJIbI MPUIABAJIU TOMOTHUTEb-
HYIO YCTOMUYMBOCTb MOTHUMABIIMMCS Haj cyOocTpa-
TOM BETBUCTBIM, CETYATHIM, ABYCIOMHO-CUMMETPUY-
HBIM KOJIOHUSIM, JOJIs1 KOTOPBIX BO3pacTaja K Hadany
kapboHa. I[loMMMO KOHCTPYKTUBHOI (QYHKINU,
o0uIIMe BE3UKYJl YBEIUUUBAIO PACCTOSTHUE MEXIY
KpYITHBIMU aniepTtypamu. I1logoGHEBIHM haKT ObLI, 04Ye-
BUIHO, OJIATONPUSITEH IJIsI TOJIHOTO PACKPBITUSI KO-
pOHBI IIynajel, W CO3JaHus peCHUYKaMHu OoJiee
SHEPTUYHO HAMNpPABJIEHHOTO TOKA BOABI KO PTY
(McKinney, Jackson, 1989). MiaHku ¢ KpyITHBIMUA
noJunuaaMu 1 10podopaMu MOTIHA TOTPEOIISITH 00-
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Kamepa
aBTO300MIA

Puc. 4. Asro3oounst Rectifenestella aff. nododorsalis (Ulrich, 1890), sk3. Ky3I'TIA, Ne 4/35.1: a — okpyrias aneprtypa ¢ nepu-
CTOMOM, TaHT€HLMAJIbHOE CEYEHUE; 6 — CJIOM CTEHOK aBTO300Wa: BHYTPEHHMII U3BECTKOBBIN (1), cpeNMHHBII (2) 1 HapyX-
HbI1 TIacTUHYATHI (3), mornepeuHoe ceuenue; Poccust, Kypranckas o6i1., ckB. Boctouno-Kypranckas 44, ry6. 497.0—506.4 m;
HUKHUI KapOOH, TYpHENUCKUIL SIpYC, BEPXHETYPHEMCKUIA TOIbSIpYC.

Jilee KPYITHBIC YaCTUIIHI TTUIIN, YeM MIITaHKN C Me-
kumu aBTozoounamu (Ernst, 2013b).

Y uucronopaT U TPEIOCTOMAT Pa3BUBAINCH TaK-
JKe MakyJibl I MOHTHUKYJIBI, 00pa30BaHHbIC KPYITHBI-
MU aBTO300MJaMHU, KaK, HallpumMmep, y poaoB Ratin-
gella Ernst, Tolokonnikova et Herbig, 2015, Fistulipo-
ra, M/WIN CKOIUICHUSIMUA T€TepO300UAOB (POIbI
Triznotrypa Lavrentjeva, 1997, Petalotrypa Ulrich,
1890). PasBuTue Takux CTPYKTYp Ha IOBEPXHOCTU
KOJIOHUI CITOCOOCTBOBAJIO YCUJICHUIO LUPKYISIIAU
BOJI, KaK ITOCTYIaBIIMX, HECYIIMX IMUTATEIbHbIC Ya-
CTULIBI, TaK W oOTduabTpoBaHHbIX (Taylor, 1979;
Anstey, 1987; Ernst, 2013b).

XAPAKTEPUCTHUKA ABTO300MO0OB

®dopMa aBTO300MIOB, CTPYKTypa MX CTEHOK U
BHYTPU300UAATbHBIE 00pa30BaHUS MILIAHOK IIpeTep-
MeBain Ha pybexe IeBoHA—KapOoHa oIpeaeieHHbIe
W3MEHEHUSI.

VY (pameHCcKO-TypHeiickux (eHecTpaT B MOJOCTU
YKOPOUEHHO-TPYyOUaThIX, TPYIIEBUIHBIX aBTO300U-
noB (McKinney, 1981; Snyder, 1991; Mopo3oBa,
2001) pa3zBuBaIUCh OOHA WU JBE TEMUCEIITHI (HaIIp.,
y pona Minilya Crockford, 1944), HO y HEKOTOPBIX
poIoB reMucelThl He ObLin pa3BUTHL (y Narynella
Morozova, 2001). Bo3aMOXHO, 3TU CTPYKTypPHI CIIy-

KUJIA IJ1s TIPUKPETUICHUST MBI -PEeTPaKTOPOB, pe-
ryJupoBaBiIux nosoxeHue iiynanen (Blake, 1983).
OTCyTCTBHE TEMUCEINT Y HEKOTOPBHIX POIAOB TaKXe
MOXHO CB$I3aTh C TMPOLECCOM U30MpaTeabHOI (hoc-
CUIV3allU WIN COXPAHHOCTBIO MaTepuaja. ABTO30-
OUIIbl OTKPBIBAJNCh HA IOBEPXHOCTU KOJIOHUU
OKPYIJIBIMU anepTypaMu c IepuctomMoM (puc. 4, a),
YacTo HeCyIIMM Oyropku, IIMMNNUKHU, Kak y pona Rec-
tifenestella Morozova, 1974. CTeHKA aBTO300UJIOB Y
¢eHecTpaTHBIX MIIAHOK TpexciioitHble (puc. 4, 0).
TomyHa Hapy>KHOTO TUIACTUHYATOTO CJIOSI CTEHOK
Bo3pacTajia oT haMeHa K TypHe (Harp., y poaga Hemi-
trypa Phillips, 1841).

I XpUnTOCTOMAT XapaKTEPHO PaCIOOKEHUE
OBaJIbHBIX allepPTyp MPaBWILHBIMU TUATOHAIBHO-TIE-
pecekarommucs pssagamu. Ha nmpotsokenuu 25.5 MiH
JIeT IIMpUHA afnepTyp yBeanuuBaiachk. Hanpumep, y
Nikiforovella aToT moka3aTeib BO3pOC B CPEOIHEM OT
0.09 MM y damenckux BuaoB o 0.12 MM y TypHeii-
ckux (TosmokonHukoBa, 2017). Bo3aMoxxHO, 3TO OBLITO
CBSI3aHO ¢ MoxoJjiogaHueM B muccucunuu (Davydov
et al., 2012). CornacHo MccaemOBaHUSIM psiga aBTO-
poB (O’Dea, Okamura, 1999; Taylor, 2005), pa3zmep
300UJIOB Y COBPEMEHHBIX MIIAHOK BO3pacTaeT Mpu
MOHMXXEHHBIX 3HAYeHUsIX TeMrepatypbl. KpyrHbie
MOJIVMUIBI MOTJIM MIPOAYKTUBHEE (DUILTPOBATh BOI-
HBIE€ TOTOKU, HACBIIIICHHbIE TTUIIEBBIMU YACTULIAMMU.

MAJTEOHTOJOTMYECKUM XKYPHATT Ne 1 2021
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Puc. 5. Eodyscritella clatrata Troizkaya, 1970, k3. Ky3I'TIA, Ne 4/12a.1: a — nonepedyHoe ceyeHue, 6 — NPOAOJbHOE CeUeHNE;
Poccust, KemepoBckast 0671., TOMKMHCKUI pa3pe3; BEpXHUM 1eBOH, (haMeH, TOMKWUHCKWI TOPU30HT.

B pesynbTaTe cekpellmyu CTEHOK B MOJOCTHU TpyOYa-
TBIX TIPU3MATUYECKUX W TWITHAPUIECKHUX aBTO30-
OUJIOB KPUINTOCTOMATHBIX MIIAHOK MOTJU pa3BU-
BaTbCsl TEMUCEINIThI, KaK, Hanpumep, y Paranickles-
opora Gorjunova, 1988 n Orthopora Hall, 1886, nwim
mradparmel, Kak y Primorella Romantchuk et Kisele-
va, 1968 u Rhabdomeson Young et Young, 1874. O6-
pasoBaHue nuacdparm y npeacrtaButesieit Tuma Bryo-
Z0a CBSI3BIBAIOT C JereHepalyeil MOIUMUIOB U UX TT0-
cienymoleii perenepanueii (I'oproHosa, 1985).

Y nucronopaT aBTO300U bl TTOUKOBAJIUCH OT SITU-
TEeKH Y pa3BUBAJINCH BEPTUKAILHO WUIH TIO1 HEOOIb-
mmM yrioM. Ha moBepXHOCTH KOJIOHUY OHU OTKPBI-
BAJIMCh OKPYTJIBIMU allepTypaMu ¢ pa3BUTBIMU JIyHa-
pusimu, Kak y pona Eridopora Ulrich, 1882, wiau
cnabo BeIpaxkeHHbIMHU, KaK y Cyclotrypa Ulrich, 1896
u Velbertopora Tolokonnikova, Ernst et Herbig, 2014.
B moJyiocty aBTO300UI0B Y EAMHUYHBIX POJIOB MPU-
CYTCTBOBAJIM TeMUCENThl, HampuMmep, y Meekopora
Ulrich, 1889.

Hnsa TperocToMar KOHEIl IeBOHA ObUI BpeMEHEM
MaKCUMAaJIbHOTO Pa3BUTHsI MOP(OJIOTrMYeCKON CIielu-
ammsanun (FopronoBa u np., 2004; Ernst, 2013a, b).
OmHuM U3 ee HaITpaBJIEeHUI Ha pyOeske IJeBOHa—Kap-
OOHa CTaJI0o UBMEHEHUE CTPYKTYPHI CTEHOK aBTO300-
MIOB B 9K3030HE 3a CUET UX YTOJIIIeHUs (ceMelicTBa
Stenoporidae Waagen et Wentzel, 1886, Dyscritellidae
Dunaeva et Morozova, 1967, Aisenvergiidae Dunaeva,
1964, Anisotrypidae Dunaeva et Morozova, 1967).
JnuTebHO CYIIIeCTBOBABIIKE POIBI, KaK, HAIIpUMED,
Dyscritella Girty, 1911, oTnu4aloTcss yMepeHHbIM OT-
JIOKEHWEM KaJIbIIUTa B CTEHKaxX IIMCTHOA. Y BHIA
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D. perforata Tolokonnikova, Ernst, Poty et Motte-
quin, 2015, pacopocTpaHEHHOTO B OTJIOXEHUSIX
CrpyHuaH JMHaAHTCKOTO CUHKIWHOpuUs benbrum,
TOJIILIMHA CTEHOK aBTO300UA0B B 9k3030He 0.02—0.05
MM, a'y €ro BeposATHOTO moromka D. ornata Tolokon-
nikova, Ernst et Poty, 2015 13 HU30B TypHE TOTO K&
bacceitna — 0.02—0.045 mm (Tolokonnikova et al.,
2015a, b). KpaitHe HepaBHOMEpPHOE YTOIILEHUE 3K-
3030HAIbHBIX CTEHOK Y SHIEMHYHBIX pOJIOB Aisen-
vergia Dunaeva, 1964 u Volnovachia Dunaeva, 1964,
BO3MOXKHO, TPUBEJIO K YPE3MEPHOMY CYKEHUIO TI0-
JIOCTM aBTO300MJIOB, YTO OOYCJIOBWJIO KpaTKOBpE-
MEHHOE CYIIIECTBOBaHME 3TUX POJOB B CAMOM KOHIIE
¢damena (Tolokonnikova, 2019). Pa3zButue runepy-
TOJIILIEHHBIX CTEHOK Yy Y3KOCHELUATU3UPOBAHHOTO
pona Eodyscritella Troizkaya, 1970 Takxke He crtoco6-
CTBOBAJIO €r0 UIMTEJIBHOMY CYIIECTBOBAaHUIO
(puc. 5). OmHUM M3 BapMaHTOB pa3pacTaHMs 3K3030-
HaJIbHBIX CTEHOK OBbLIO OOpa3oBaHUWE B HUX IMOJBIX
pacuMpeHuit — “4éTokK”, HampuMep, Y MIIIaHOK PO-
noB Triplopora Troizkaya, 1970 u Schulgina, ncues-
HYBIINX K KOHIy ¢hameHa. Y cemeiicTBa Atacto-
toechidae Duncan, 1939, mMimaHKu KOTOPOro MOYTHU
MOJTHOCTBIO BBIMEPJIM Ha TpaHUlle JeBOHa—KapOoHa,
OBLIN, OYEBUAHO, UCUYEPITAHbI aTalITUBHBIE BO3MOX-
Hoctu. Tonbko Mitanku poaoB Leptotrypella Vinassa
et Regny, 1921 u Leptotrypa Ulrich, 1883 nponomxa-
JIU CYIIECTBOBaTh M0 TMO3AHEro KapoboHa (ACTpoBa,
1978).

B teuenune camMmeHa—TypHE MpOUCXOAWJIa HAYaB-
masics B paHHEM [JIeBOHE CMeHa MHOTOYTOJIbHOM
¢dopMBbI anepTyp aBTO300110B Ha OBAJIbHO-OKPYTJTYIO
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Huadparmsl

T'emudparmol

Puc. 6. BHyTpuzoounanbHble CTPYKTYPhI TPEIIOCTOMATHBIX MIIIAHOK (B MPOIOJILHOM ceueHUM): a — Atactotoechus vaulxensis
Ernst, Tolokonnikova et Poty, 2017, roinorun JIsexckuit yu-T, ULg. PA.Mil./1c; benbrusi, kapbep Le Milieu okoso nep. Vaulx;
HWXXHMI KapOoH, TypHelickuii sipyc, Ivorian nmoabsipyc, popmanus Tournai (Providence Mb.); 6 — Tabuliporella nakhichevan-
ica Tolokonnikova, 2016, ax3. ITMH, Ne 1613/719-3; HaxuueBansb (A3epbaiimkaHn), pasp. Nell, ciioii 22; HUXKHUIL KapOOH, Typ-
HEeMCKUI1 SIpyc, BEpXHETYPHEUCKUI IOIBSIPYC, MECTHAsI OpaxmnononoBasi 30Ha tornacensis—michelini.

(ActpoBa, 1978; I'opronosa u ap., 2004). ITpumepom
MOTYT CIY>XKUTb MIlIaHKU poaoB Eridotrypella u Niki-
foropora. ¥ Buna E. danzikensis Tolokonnikova, 2016
(paHHMII (haMeH) alepTypbl MHOTOYTOJbHO-OKPYT-
nwie, y E. stellata Tolokonnikova, 2007 (ro3mHmii da-
MeH) — oBanbHbIe (TomokonHukona, 2007, 2016a). ¥
N. jurgensis Tolokonnikova, 2010 B rto3mHeM damMeHe
anepTypbl ObLUIM BBITSIHYTbIE MHOTOYTOJIbHBLIE, a B
MO3IHEM TYPHE OHM CTaJI OBAJIbHBIMU U OKPYTJIbI-
Mu, kak y N. arpaensis Tolokonnikova, 2016
(Tolokonnikova, 2010; TosokoHnHukoBa, 20166).

MHuTtepecHbIM (hakToM sIBIsIETCS (hOpMUpPOBaHUE
Y BETBUCTBIX KOJIOHMI TPEMOCTOMATHBIX MIIAHOK
ponoB Rhombotrypella n Eodyscritella (puc. 5) oce-
BOTO IMyYKa aBTO300U0B B 9HJ030HE, KOTOPBIii aHa-
JIOTMYEH MYYKY MEPBUYHBIX (OCEBBIX) 300MI0B pad-
JoMme3uH (Hamp., y pogoB Pseudoascopora, Ascopo-
ra). Hanuuue oceBoro myuyka 300MA0B Y BETBUCTBIX
KOJIOHU I MILIAHOK Pa3HbIX OTPSIIOB MOXHO paccMar-
pMBaTh Kak siBJIeHUe Mapajuieian3Ma. Takoil my4yok
YBEJIUYWBAJI TUAMETP KOJOHUU B IIEJTOM U CIIOCO0-
CTBOBaJI YCUJIEHUIO TPOYHOCTU KOHCTpYKIMii. B mo-
JIOCTU aBTO300UJ0B TPEMOCTOMAT pa3BUBAJIUCH pa3-
HOOOpa3Hble MUKPOCTPYKTYpPHI: reMudparMbl (po
Tabuliporella), nuacdparmbl — y pomoB Anomalo-
toechus, Atactotoechus (puc. 6) u uucTUdpParMel — y
pona Eridocampylus. I'emudparmMer MOrim pas3BH-
BaThCSI COBMECTHO ¢ nuagparMamMu. Y IIpeacTaBUTE-
Jeit poga Nikiforopora KoJIM4ecTBO 3TUX CTPYKTYD B
MOJIOCTU aBTo300Maa ¢ cepeauHbl ¢ameHa (N. jur-
gensis Tolokonnikova, 2010) mo mo3mHero TypHE

(N. arpaensis Tolokonnikova, 2016) ObUIO ITOCTOSTH-
HO: 1—2 remucdparmol u 1—2 nuapparmer (Tolokon-
nikova, 2010; TonokoHHuKOBa, 20160).

SAIIUTHBIE CTPYKTYPbBI

INoemanne MITAaHOK pPa3IMIHBIMU KUBOTHBIMU
(ppIOaMU, MOJITIOCKAMU, WIEHUCTOHOTUMM, UTJIOKO-
JKMMH) paccMaTpuBaeTcsl Kak oJHa U3 TIPUYUH pas-
BUTHS Y HUX 3aIIATHBIX MOP(MOJTOTMIECKUX agariTa-
nuii (McKinney et al., 2003; Lidgard, 2008). ITaccuB-
Hasl 3alllMTa OT XUIIHUKOB OCYIIECTBISIIACH Y
MILIAHOK Pa3HbIX OTPSIIOB Pa3IUUYHBIMU CITIOCOOAMMU.
Y deHecTpar mpoucxommiio ¢hbopMHUpPOBaHNE TTPOY-
HBIX MACCUBHBIX CETYATHIX KOJIOHU U IITUTIOB Ha TTe-
pUCTOME amnepTyp, padpacTaHue KWieil Ha TPYyThsIX,
KWJIEBBIX OYTOpKOB (puc. 2, 4), o6pa3oBaHue 3aIUT-
HBIX ceTOK (=cynepcTpyKTypbl) (McKinney, 1987;
Ernst, 2013a). 3amuTHBIE CETKU MOJTYIMIM HAUOOIb-
11Iee pa3BUTHUE B HavaJjle IeBOHA B ceMeCTBe Semico-
sciniidae Morozova, 1987. K KoHIIy IeBOHCKOTIO ITe-
proma GONBITMHCTBO  Y3KOCTIEITMATU3NPOBAHHBIX
pPOIOB CEMUKOCIIMHUI UCYE3TI0, a eAMHUYHBIC BBI-
>KMBILIME POABI BEIMEPJIU B TypHeiickoM (Qudrisemi-
coscinium Plamenskaya, 1991, Semicoscinium Prout,
1859) unu B Buseiickom (Eosemucoscinium Morozo-
va, 1987) Bekax. JlaHHBII (paKT CBSI3BIBAIOT CO CHU-
XeHMeM “maBieHust” XuImHUKoB (Bambach, 1999;
Sallan et al., 2011) u yMeHbIlIeHEM aKTUBHOCTU U/ -
POIMHAMHMYECKOTO peXMMa 13-3a YIriIyoJeHus Gac-
CEMHOB, BCJICACTBHE TJIOOAILHOW TpaHCTpeCcCUU B

MAJTEOHTOJOTMYECKUM KYPHATT Ne 1 2021
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Puc. 7. AkanTocTuiu (yKa3aHbl CTpEJIKaMU) y MIIAHOK Pa3HBIX OTPSIIOB (B TAHTEHIIMAIbHOM CEYEHUM): @ — KPUTITOCTOMATHAs
Rhombopora floriformis Trizna, 1958, ak3. Ky3I'TIA, Ne 4/49; Poccus, Ky3Henkuii 6acceitH, KocTeHKOBCKUIA pa3pes; HUK-
HUIt KapOOH, TypHeicKuii sipyc, HOMUHCKUI ropu3oHT; 6 — KpunroctomaTHast Nikiforovella cavernosa (Nekhoroshev, 1932),
9Kk3. ['eon. uH-T KenbHckoro yH-Ta, GIK 2500 (V4-13b); 'epmanust, PeitHckue ropsr, ckB. Velbert, riry6. 103.8—131.5 m; Bepx-
HUI 1eBOH, (haMmeH, dhopmarus Velbert; ¢ — TperocromatHas Tabulipora corticosa Nekhoroshev, 1956, sk3. KysI'TIA, 4/50;
Poccus, Ky3nenkuii 6acceiiH, paspes [1poKornbeBcKMii-2; HYDKHUN KapOOH, TYpHEHUCKUI sIpyc, (DOMUHCKUIA TOPU30HT; & —
TperoctomMaTHas Leioclema numerosum Morozova, 1961, sk3. Ky3I'TIA, Ne 4a/2.1; Poccust, Ky3Heukuii 6acceiiH, pa3pe3 Ko-

coit YTec; BepxHUii eBOH, (haMeH, KOCOYTeCOBCKUIA TOPU3OHT.

pa"HeM KapbooHe (Haq, Schutter, 2008). OgHako st
MIIaHOK C AaHAJIOTUYHBIMU 3alllUTHBIMU CETKAMH,
IpUHAaIIeXaBIMX K pogaM Hemitrypa n Pseudouni-
trypa Nekhoroshev, 1926 (cemeiictBo Fenestellidae
King, 1849), aTu obcTOsITEILCTBA HE CTAIU JTUMUTH -
PYIOIIMMU, OHU CYyIIeCTBOBAIM OO0 KOHIIa KapOboHa 1
HayvaJjia IepMHU COOTBETCTBEHHO.

VY kpunrocToMaT B pacCMaTpyuBaeMOM MHTEpBaJje
Ha TOBEPXHOCTH KOJOHWI pPa3BUBAJIUCh OYTOPKH,
KpynHble MakpoakaHTocTuau (pon Rhombopora)
U/WIN  OOUJIbHBIE MeEJNKHWe MUKPOAKaHTOCTUIN
(puc. 7, a).

Y TpenocToMaTHBIX MIIAHOK B BO3HUKIIEM B
cpenHeM (ameHe cemelicTBe Stenoporidae 1o KoHIla
nepMU MPOUCXOAUIIO paBHOMEPHOE (peke HEpaBHO-
MEpHOE) YTOJIIIIEHNE CTEHOK aBTO300MI0B B 3K3030-
He, Hampumep, y pomoB Rhombotrypella, Steno-
phragmidium Bassler, 1952, Nikiforopora, Tabulipo-
ra. Y TpenocToMaT TakxKe pa3BUBAJIUChH JJTS 3aIUThI
MHOTI'OYHCJIeHHBIe aKaHTOCTUIN (puc. 7, 6, ¢). C paH-
Hero ¢amMeHa 10 MO3AHEro TypHe IMPOCeKeHO IBa
HampaBJIeHUs] U3BMEHEHUS yKa3aHHbBIX CTUJIei. Y o-
HuX poaoB (Atactotoechus, Eridotrypa Ulrich, 1893,
Leptotrypa) BbIsIBJIeHA TEHASHIIMS YMEHBIIIEHUS pa3-
Mepa aKaHTOCTWJIEH MpU BO3pacTaHUU UX KOJIUYe-
cTBa. Y cpegHedaMeHCKOM MIlmaHKU Atactotoechus
cellatus Tolokonnikova, 2010 BOKpyT KaxIIoii ariepTy-
pel ObuTO0 3—5 akaHTOCcTHMieil muamerpom 0.025—
0.05 mMm, y mo3nHeTypHelickoit A. vaulxensis Ernst,
Tolokonnikova et Poty, 2017 — 0—1 akaHTOCTWJIb 1WA~
metrpoM 0.01—0.02 mMm (Tolokonnikova, 2010; Ernst
et al., 2017). ¥ npyrux ponos (Dyscritella Girty, 1911,
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Eostenopora Duncan, 1939) npoucxoauna ux nud-
depeHLIALIMS IO pa3dMepaM (KpYITHbIE M MEJIKUE) B
npenesiax omHol KojioHuu. Hampnmep, mo3nHeda-
MmeHckuii Bupa Dyscritella perforata Tolokonnikova,
Ernst, Poty et Mottequin, 2015 u3 Hamiopo-AuHaHT-
CKOTO bacceifHa xapaKTepHu30Bajics 2—6 aKaHTOCTH-
nsamu guameTpom ot 0.015 no 0.045 MM BOKpYT OIHOM
anepTypbl, a €ro TypHelcKuii moToMoK D. ornata
Tolokonnikova, Ernst et Poty, 2015 u3 Toro xe 6ac-
cefiHa — 2—8 aKaHTOCTWISIMUA, IUAMETPOM OT
0.015 mo 0.06 MM (Tolokonnikova et al., 2015a, b).
JlauTebHO cyllecTBOBaBlIMe podbl (Harp., Leio-
clema Ulrich, 1882) otiimyanuch oouareM KpymHBIX
AKaHTOCTUJIE, KOTOphIe BAABAJIUCh B amepryphl,
npugaBas UM TeM CcaMbIM TIETaJOUIHBIN OOJIMK
(puc. 7, e).

IMTapannenu3Msbl cpean akKaHTOCTWIEN y MpeacTa-
Buteieit orpsgoB Trepostomata m Cryptostomata
(puc. 7) IBISIIOTCS PE3yJILTAaTOM HE TOJIBKO IIPUKPEII-
JIEHHOTO 00pasa XXWU3HU, HO U TaKUX CXOJHBIX YCJIO-
BUI CyIIIECTBOBAHUS, KOTOPHIE TPEOOBAIU PA3BUTUS
CTPYKTYP JUISI 3a1IMThI OT XUIITHUKOB. ¥ LIMCTONOpAT
TaKye 3allUTHBIE CTPYKTYPbI HAa IIOBEPXHOCTU KOJIO-
HUM B pacCMaTPUBAEMOM MHTEPBAJIE HE BbISIBJICHBI.

BbIBObI

B Tpex m3 deThIpex paccMaTpuBaeMBbIX OTPSIOB
o1 BO3JIEMCTBUEM YCJIOBUUM OOWTAHMS 3BOJIIOLMS
11JIa MO MyTH BbIPAOOTKM pa3HbIX (hOPM KOJIOHUI MpuU
JTOMUHMPOBAaHMM K KOHIIY TYpPHE BEpPTUKAIbHBIX 101~
HATBIX Hax cyocTpaToM. MIx pasHooOpa3ue Bo3pacTa-
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JIO y HUCTOMNopaT, U Y Haubosiee pa3BUTHIX B KApOOHE
¢deHecTpaT, HO OHO CHUXKAJIOCh Y TPEIIOCTOMAT;

— y GOJIBIIMHCTBA MIIIAHOK IIPOVCXOINIO YBEIM-
YyeHMe 5K3030HAJIbHOTO CKelleTa (3a cUeT pa3pacTta-
HUST BE3UKYJISIDHOM TKaHUW Yy LIMCTOIOPAT, YTOJIIIE-
HUS U U3MEHEHUS CTPYKTYPbl CTEHOK aBTO300UI0B Y
TPEIIOCTOMAT, YCIOXHEHUS IToJIMMOopdu3Ma y KpUI-
TOCTOMAT, YTOJIIEHUS U U3SMEHEHUSI CTPOSHUSI TIpY-
ThEeB Yy (peHecTpar);

— y pabgomesuH (otpsa Cryptostomata) uamMeHsI-
JIaCh BHYTPEHHSISI CTPYKTYpa KOJIOHUI (00pa3oBaHue
CpEeIVHHOI OCH, KOMILIEKCHAsI YIIaKOBKAa aBTO300U-
JIOB), MX 3BOJIIOLMS IIIJIa IO MyTH TeJJoMopdo3a;

— B TpeX U3 YETHIPEX pacCMaTPUBAEMBbIX OTPSIIOB
pPa3BUBAJINCH 3aIIUTHBIC CTPYKTYPHI (KT, OYTOPKH,
3aIIUTHBIE CETKU y DeHecTpar; aKaHTOCTUIIN 1 YTOJI-
IIEHHbIE CTEHKW aBTO300MIOB B 9K3030HE y TPEMo-
CTOMAT; aKaHTOCTYUI, ITUITUKU U OYTOPKU Y KPUTI-
TOCTOMATHBHIX PaOIOMe3NH);

— y MIIaHOK oTpsinoB Trepostomata u Cryptosto-
mata usMeHsjach ¢hoopmMa aBTO300MI0B U arlepTyp, B
MOJOCTU aBTO300MIOB DPa3BUBAIMCH pa3UYHbIC
BHYTPEHHUE CTPYKTYpbl (T€EMUCENTHhI, nuadparmsl,
reMudparMmbl, HIUCTU(PATrMBbl).

k ok ok

ABTOp OmarogapHa KoJsuieraMm, IpeaoCTaBUBIIMM Ka-
MEHHBII MaTepyan WK CIIOCOOCTBOBABILIMX U3YYEHUIO
myseiHbix Koymiekumii: O.b. Beiic, T. Kawmmeny,
JI.B. Hexoporrepoii, O.I1. Mesennesoii, I A. Mu3seHcy,
A.B. TlaxueBuuy, JI.I'. [TopoxoBHnuenko, D. IloTtwu,
O.A. Ponune, X.-T'. Xepoury u A. DpHCTy. 3a KpUTHU-
YeCKHMI IPOCMOTP PYKOITMCH U ILICHHEBIC 3aMeYaHusl,
CITIOCOOCTBOBABIIINE €€ YIYJIIeHUIO, aBTOP IIPU3HA-
teabHa JI.A. BuckoBoii. MccienoBaHUsT BHITTOJHEHBI
npu noaaepxkke PODU (ripoexrt 18-05-00245a) u B
paMKax TOCyIapCTBEHHOI IMPOrpaMMBbl ITOBBIIIICHUS
KoHKypeHTocnocooHoctn Kazanckoro (ITpuBomk-
cKoro) ¢deaepaabHOro YHUBEPCUTETA CPEeIN BEAYIIINX
MUPOBBIX HAyYHO-00pa30BaTeIbHbIX LIEHTPOB.
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Morphological Evolution of Eurasian Bryozoans during Famennian—Tournaisian
Z. A. Tolokonnikova

The main trends in the morphological evolution of bryozoans are established on the Devonian-Carbonifer-
ous boundary. The diversity of vertical colonies increased from Early Famennian to Late Tournaisian. The
increase in their strength occurred by growth the exozonal skeleton due to the growth of vesicular tissue in
cystoporates, thickening of the autozooidal walls in trepostomates, complication of polymorphism in cryp-
tostomates, and thickening of the branches in fenestrates. The most rapid evolutionary changes were observed
in rhabdomesines from the order Cryptostomata, expressed 1) in a change of the spiral budding of autozooids
to complex; 2) a high diversity of heterozooids and styles. Protection from predators was carried out in bryo-
zoans with the help of keels, nodes, superstructures, acanthostyles and spines.

Keywords: Bryozoa, evolution, morphology, Devonian, Mississippian, Eurasia
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