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1. BBEJAEHUE

MoJUTIOCKH — 3TO OJIHA U3 CaMbIX pa3HOOOPA3HBIX M YCHEIIHbIX Py 0€CII03BOHOYHBIX, KOTOpast
CMorJa 3aBOeBaTh BCE Cpelbl OOUTaHMSI, 32 UCKIIOYEHHEM BO3AYIIHON. DTOT THUII [0 YUCTY BUAOB (OKOJIO
200 000), a wacto u mo Ouomacce, SBISETCS TOMHHHUPYIOIIMM B BOJHBIX OCHTOCHBIX COOOIIECTBAX.
[Ipennoceuikoil  OMOJOTHYECKOro ycHexXa MOJUIIOCKOB CTajlo TMOSBJICHHE TAaKUX MOPQOIOTHUECKUX
0COOEHHOCTEH, KaK M3BECTKOBas PAaKOBMHA M MUIENOObIBATENIbHBIN anmapar, COCTOSALIMN U3 pagyiibl U
yemocteit (MBanos, 1990a).

Panyna mpencraBisier co0ol XUTHHH3UPOBAHHYIO JICHTY C MPHUKPEIIEHHBIMA K Hell 3ybamu,
YHHUKaJIBHONH 4epTOH KOTOPOH SIBJISIETCS MOCTOSTHHOE BO30OHOBJIGHHE B TEUEHHE BCEH JKU3HU MOJUIIOCKA
(CrapoboraroB 1990a, 6; Isarankura, Runham, 1968; Kerth, 1973; Runham, 1962). Mmenno »sta
0COOCHHOCTh — MOCTOSIHHASI 3aMeHa U3HOUICHHBIX 3yOOB Ha HOBbIE — I103BOJIMJIA IPEIKOBBIM (Gopmam
MOJUTIOCKOB OCBOUTH OOWJIBHBIM, HO TPYAHOIOCTYMIHBIH MHINEBON pecypc: oOpacTaHusi TBEPABIX
cyoctpatoB. CoCKpEOBIBAIOIMI THUN MHUTAHHUS MOJPa3yMEBaeT Haluuue TBEPABIX 3yOOB, KOTOPHIE
M0JIBEP>KEHbI OBICTPOMY M3HALIMBAHUIO, UTO JIENAET ATY MUIIEBYIO CTPATETHIO BO3MOKHOM JIJIsl 5)KUBOTHBIX
C MOCTOSIHHO OOHOBJIAIOIIKMMCS TIIOTOYHBIM BOOpYkeHHeM. HecMoTps Ha To, 4TO pajyiia mpecTaBiIseTcs
OJIHOM U3 KIIFOUEBBIX C HBOJIFOLIMOHHOM TOUKH 3PEHUS CTPYKTYP, KOTOPbIE IIPUBEJIH K PACLBETY 3TOI0 TUIIA,
MEXaHHU3M CHHTE3a U BOZHUKHOBEHUS CEPUATIbHOCTU 3y0O0B OCTAETCS NPAKTUUECKU HE U3yUYEHHBIM.

Jlpyroii KOMIOHEHT MHIEA00BIBATEILHOTO alapara MOJITIOCKOB — 3TO XMTHHOBBIE YENIOCTH,
oOmrasi MOpQOJIOTUS KOTOPBIX W3BECTHA (parMEHTApHO, a JIaHHBIE MO OHTOTE€HE3Y M YIBTPATOHKOMY
CTPOEHHIO MpakTU4ecku oTcyTcTBYI0T (MBanoB, Crapoboratos, 1990). B To Bpems Kak 4entoCTH, Haps Ly
C paayJioi, UTPAIOT BaXKHYIO POJb B IpoIllecce JOOBIBaHUS U OOpaOOTKU MUIMU. DTH JBA KOMIIOHEHTA
COCTaBJISIIOT €AMHBIN (PYHKIIMOHAIBHBIA KOMIUIEKC U OINPEAENSIOT CHeHU(PHUKY MUTAHUS TOW WIM WHOU
rpymmsl (Fretter, Graham, 1962; Haszprunar, 19856; Ponder, Lindberg, 1997).

OcBoeHHE HOBBIX OJKOJOTMYECKMX HHUII TPUBEIO K PACIIUPEHUIO CHEKTpa MUTAHUS U
MOph O YHKIIMOHAIBHBIM TIEPECTPOiiKaM MHIe100bIBaTeIbHOTO anmapara. s OoNbIIMHCTBA KIacCOoB
(Monoplacophora, Polyplacophora, Cephalopoda wu Scaphopoda) xapakTepHa y3kas mHIICBas
cHelnuain3anus, C 4YeM CBS3aHO KOHCEpPBAaTHUBHOE CTPOEHHME HX MNHIIEA00BIBATEILHOIO ammnapara.
HawubombIirero pa3snoo0pasus MHUIIEBBIX CTpaTEruii JocTuriii oproxonorue mojutrtocku (Ponder et al., 2019).

Gastropoda (OproXoHOTHE MOJITFOCKH) — CaMblii OOJIBIION KIacC MOJUTFOCKOB M OJIHA U3 CaMbIX
pa3HooOpa3HbIX MO MOP(OIOTHH, IKOJOTHH, OMOJOTMH W Pa3BUTUIO TPYMI XUBOTHBIX. [l0 pasHbIM
OLIEHKaM KOJIMYECTBO BUIOB ractponoj koneodaeres ot 40000 o 90000 (Bouchet, Rocroi, 2005; Bouchet
et al.,, 2017). Ha pmamsbiii MomeHT BhAEISIOT maTh moakiaccoB (Patellogastropoda, Vetigastropoda,

Neritimorpha, Caenogastropoda, Heterobranchia). BoabIIMHCTBO BHIOB 3aCESIFOT MOPCKYHO CpPEIy



0OUTaHWs, HO HECKOJIbKO TPYII HE3aBUCUMO TEPENUTH K OOUTAHUIO B MPECHBIX BOJOEMAX U HA3EMHOMY
o6pasy xu3uu (Ponder et al., 2019). BaxxabiM MOPGhOIOTHUECKUAM MTPU3HAKOM, OTJIHYAIOIIMM TaCTPOIIOT OT
JIPYTHX KJIACCOB, SIBISIETCS TOPCHUOH, C KOTOPBIM CBSI3aHO 000COOJIEHHE TOJIOBBI M HOTU OT BHCILIEPAIbHOMN
Macchl, 3aKIIIOYEHHON B M3BECTKOBYI0 pakoBuHy (Fretter, Graham, 1962; VBanos, 1990a). Otnenenue
TOJIOBBI OT BUCIIEPAIILHOTO MEIIKA MPUBENIO K €€ OONbIIei OJBMKHOCTH M Pa3BUTHIO JOTOTHUTEIHHBIX
OpraHOB UYyBCTB, TAKMX KaK IyTMajblia U I71a3a, 4To, B CBOIO O4Yepelb, CIOCOOCTBOBAIO BHICOKON paualiiu
IUILEBBIX CTpaTeruii, a BCJIEJ 32 3TUM U BBICOKOMY pa3HOOOpa3uIO INIOTOYHOTO BOOPYKEHHUS, KOTOPOE
HaOJII0/1aeTCs y COBPEMEHHBIX TacTponoz. J{ist OpIOXOHOTHX MOJITIOCKOB XapaKTEPHBI CaMble pa3HbIE THUIIBI
OUTaHUsT — OT JeTpUTOParud M HPOCTOro COCKPEOBIBaHMSA OUOIUIEHKH C TBEPABIX CyOCTpaToB 10
XMIHHYECTBA U MIapa3suTH3Ma, BIUIOTh 0 reMaTodariuu Ha IO3BOHOYHBIX *KMBOTHBIX (Ponder et al., 2020).
Taxoe pazHooOpa3ue rII0TOYHOTO BOOPYKEHUS M TUIIOB IUTAHUS JiefIaeT racTPOIo/] yAa4HOM rpy o ais
u3ydeHust MOp(HoPyHKIMOHATHHBIX U SBOJIFOLIMOHHBIX TpaHc(opMaIuii muiie00pIBaTEILHOTO anapara.

HecwmoTpst Ha TO, 9TO paayia MpeCcTaBIIsIeTCs OTHON U3 KIFOYEBBIX C ABOIIOIMOHHON TOUYKH 3PCHUS
CTPYKTYP, KOTOpBIE MPUBEIH K PACIBETY racTPONO/, U SBJISETCS BaXKHBIM TAKCOHOMUYECKUM MPU3HAKOM,
MEXaHU3M CHHTE3a 1 BOSHUKHOBEHHSI CEpUAIbHOCTH 3y00B OCTAaETCs MPAKTUUECKU HE N3y4YeHHBIM. J[aHHbIE
1o (OPMHUPOBAHUIO B3POCION pajaylibl, a TAKXKe 3aKIaJKe €€ B OHTOTE€HEe3€ OTPaHUYCHbI HECKOJIbKUMHU
paboramu (Mischor, Markel, 1984; Mackenstedt, Markel, 1987). Uentoctu u3yueHbl ropaszuo ciadee
paaynbl, HET MpeacTaBleHHs 00 uX MopdoreHese M BO30OHOBIEHHWU. Takum 0Opa3oM BBISBICHUE
[IUTOJIOTUYECKMX OCHOB (OpPMHpOBaHHS W BO30OHOBIEHHUS pa3HbIX paAyldl U 4YeNIocTed Ha
YIBTPACTPYKTYPHOM YPOBHE SIBIISI€TCSI OCHOBOIOJIAraromiei 3ajauei, perenrne KOTopoil TOMOKET BbISIBUTD
KJIETOYHBIE MEXaHU3MBI, 00ECTIEYHBAIOIINX BEICOKOE PA3HOOOpa3He TII0OTOYHOTO BOOPY KEHHUSI.

Leabp padoTbl — BbHISBICHHE 3aKOHOMEPHOCTEH OHTOreHes3a, Mop(doreHe3a U SBOJIOIMOHHBIX
TpaHcopMaIHii TIOTOYHOTO BOOPYKEHHUS Ha KIETOYHOM YPOBHE y IPEJCTaBUTENEH pa3HbIX MOAKIACCOB
racTpomnoJ.

B pamkax naHHO# 1y ObUTH IOCTaBJIEHBI CIETYIOIINE 3aAa4M:

1. BrisBenne 3akoHOMepHOCTEH (OPMHUPOBAHUS TIIOTOYHOTO BOOPYKEHUS (Paaysibl U YETIOCTEH) Ha
TKaHEBOM U KJIETOYHOM YPOBHSIX Ha B3POCIBIX CTAIHSIX BO BCEX MOJKIACCAX OPIOXOHOTUX MOJUTFOCKOB —

Patellogastropoda, Vetigastropoda, Neritimorpha, Caenogastropoda u Heterobranchia.

2. OrnpeiesieHre 3aKOHOMEPHOCTEN OHTOTEHETHYECKMX N3MEHEHUH TTIOTOYHOTO BOOPYKEHHUS racTpo-
I0J1 C pPa3HBIMH THIIAMH Pa3BUTHS B npezenax Patellogastropoda, Vetigastropoda, Caenogastropoda u Het-

erobranchia.



3. [TpoBeenne cpaBHUTEIHHO-MOP(OIOTUIECKOTO aHAIM3a MMOJyYEeHHBIX JaHHBIX 0 CHHTE3y H 3a-
KJIaJIKe TIIOTOYHOTO BOOPYKEHHS B Pa3HbIX Mojakiaccax Gastropoda asst onpeieneHusi OCHOBHBIX MaTTep-

HOB HBOJIIOIIMOHHBIX TPaHC(HOPMAIMA TTIOTOYHOTO BOOPYKECHHUS.

Hayunas nHoBu3Ha. B paGoTe BriepBbie ObUIN MOTYUYEHBI JAHHBIC IO IUTOJIOTHYECKON OpraHu3aInH
30HBI (POPMHUPOBAHUS PAIYJIbI TOJOBO3PEbIX cTamuii 31 Buma w3 msTH moakiaccoB Gastropoda, B Tom
yycie BHEpBble A TpEX nojkiaccoB. s 21 Buaa u3 20 ceMeicTB BceX MATH MOJKIACCOB racTPOIOL
BIIEPBBIC OBUIM TIOMYYEHBI TPEXMEPHBIE PEKOHCTPYKIMHM MUIICTO0OBIBATEILHOTO — ammapara C
COMYTCTBYIOIIMMH cucTemMamMu opraHoB. Jlms 10 BuaoB ObulM BHEpBBIC MOJMY4YEHBI JIaHHBIE TIO
npoiauQepaTuBHON aKTUBHOCTH B 30HE (popmupoBaHus paayibl. s 15 BUI0B BriepBble ObLUTH MOTY4YEHbI
JaHHBIE MO YJIBTPATOHKOMY CTPOEHUIO 30HBI (popmupoBanus paaynbl. [ns 15 BumoB BrmepBble ObLIN
MOJTyY€HBI JAHHBIC TI0 IUTOJIOTUICCKOMY CTPOCHHIO B (POPMHUPOBAHUIO YETIOCTEH.

st 11 BuAOB BiepBBIC OBLUIN TOJIYYCHBI JAHHBIC 110 3aKJIAJIKE TIIOTOYHOTO BOOPYKEHHUS HA PAaHHUX
CTaJusX OHTOTE€HE3a Ha YJIbTPACTPYKTYpHOM ypoBHE. Ha MaHHBIII MOMEHT 3TO €IMHCTBEHHBIE ONMCAHUSA
CTPOEHUS ¥ TUCTOIEHE3a JIAPBAJIBHBIX PALyJl Y MOJUIFOCKOB. [1oyuyeHHbIEe JaHHBIE JIETJIM B OCHOBY BBIBOJOB
0 KkjerouHoi auddepeHIpoBKE padyibl B OHTOTEHE3€, 4YTO Jajl0 OCHOBAHHUS ISl ONpENEICHUs
(UIOTeHeTUYECKH 3HAYMMBIX NMPU3HAKOB U BBIABJICHHS OOIIUX 3aKOHOMEPHOCTEH TpHu (HOPMHPOBAHUU
Pa3IMYHBIX TUIIOB PATYI.

TeopeTnueckoii 3HAYUMOCTBIO PadoTHhI sBIsAEeTCS (PyHAAMEHTaIbHOE 0000IIEHNE U BBISIBICHUE
00IIMX 3aKOHOMEpPHOCTEH (POPMHUPOBAHUS PATYJIbl U YEIMIOCTEH OPIOXOHOTUX MOJUTIOCKOB. [loirydeHHbIE
JTAHHBIE 110 TUCTOTEHE3Y IIIOTOYHOTO BOOPYKEHHMS HA Pa3HBIX CTAJIUSIX OHTOTEHE3a SIBJISIIOTCS HOBBIMU JIJISI
MaJIaKOJIOTUU U OTKPBIBAIOT BO3MOXKHOCTH i1 (OPMUPOBAHHS HOBOTO B3IJIsa Ha SBOJIOIHMOHHBIE
MPOIECChl BHYTpU Tpynmnbl. BrisiBiIeHHBIE B paboTe MHUTONOTHYECKHE OCOOEHHOCTH BO30OHOBICHHUS
TJIOTOYHOTO BOOPY KEHHS TACTPOIIO]] MIO3BOJISIOT MOHATH MEXaHU3M ()OPMUPOBAHUS YHUKATHHON I BCEX
MOJUTIHOCKOB CTPYKTYPbl — CEPHAIBHON PaayJibl — W MPEANOJIOKUTh NPUHIUITHAIBHO HOBBIM MEXaHU3M
CUHTe3a 3y00B, XapaKTEepPHBIN TOJIBKO JJIsl MOJUTIOCKOB. [loyueHHbIe pe3yabTaThl MOCTYKUITH OCHOBOM IS
dbopMUPOBaHUS HOBOTO B3TJIs[a HAa HBOJIOIHMOHHBIC TpaHCHOpPMAIMU MUIIET0OBIBATEIHLHOTO arapara
OPIOXOHOTHX MOJUTIOCKOB.

IIpakTnyeckasi 3HAYUMMOCTHL PadoThl. [lonydeHHBIE MAaHHBIE JISITYT B OCHOBY JIEKIIMOHHBIX
CHEIMAIM3UPOBAHHBIX KYypCOB, OOOOIIEHHS] MOTYT BOHTH B YYE€OHHMKH M METOJUYECKHE MOCOOUS.
BrisiBienue pazHooOpaszusi MexaHu3MoOB (hOPMHUPOBAHMSI U BO3OOHOBIIEHUS apMHUPOBAHHBIX CTPYKTYp, K
KOTOPBIM OTHOCHUTCSI B TOM YHCJIE U TJIOTOYHOE BOOPYIKEHUE racTPOIO, MOXKET ChIIPAaTh BAXKHYIO POJb B

CO3JaHNN OHMOKOMITO3UTHBIX MaTreprajloB, KOTOPLIC MOIYT HalTH MNPUMCHCHUC B MCIUIIMHC. I[J'If[



YCHEIIHOTO PENICHHUS dTUX MEIUITMHCKUX 33]1ad HeOOXOJIUMO HAWTH HOBBIC YJIOOHBIC OOBEKTHI, C OJHOMN
CTOPOHBI TOAXOASIIME JJsi MCCIEAOBAHUSA IMpOLEecca pereHepalil MU BO30OHOBIEHHUS TBEPIBIX
MUHEPATU30BaHHBIX CTPYKTYp, a C APYrol — CHOCOOHBIE CTaTh MOJEIBHBIMU MJI HCCIEIOBAHUS
MPOIECCOB MATPUYHOW OMOMHHEepaln3anuu. Becro3BOHOYHBIE B IIEIOM U TacTPONOJbl B YaCTHOCTH
SIBIITFOTCS. BXKHBIMH MOJICIIBHBIMU OOBEKTAMH JIJIsl PEIICHUST MHOTHUX OWOJIOTHYECKUX 3ajad, BKIIIOYas
MEAUIMHCKHE, OMOXUMHUYECKUE, MOJIEKYJISIpHbIE U T. M. CIOCOOHOCTh K MOCTOSHHOMY BO300HOBIICHHUIO
pamyibl MOXKET CTaTh KJIFOYEBOM B M3YUYEHUHM CHHTE3a U MATPUYHON OMOMHHEpaTH3aIllii apMHUPOBAHHBIX
CTPYKTYp, YTO MOXET JaTh TONYOK K CO3JaHHIO MPUHIUIHAIGHO HOBBIX MoJene (hopMHupoBaHUS
OMOKOMIIO3UTHBIX MAaTEPUAJIOB.
MeTo10/10THsl TUCCEPTAMOHHOTO UCCJIETOBAHUS

OCHOBHOM METOI0JIOTMYECKUMN MOAXO0]T pAaOOThl — CPaBHUTEIHHO-MOP(HOIOTUYECKUN, OH BKITIOYAET
B ceOs uccienoBanusi MOP(OIOTUM Ha BCEX BO3MOXKHBIX MUKPOCKOIMYECKUX YPOBHSX U OIpEaeliCHUE
KITIOYEBBIX MOP(OJOTMYECKHX OCOOCHHOCTEH Ha pa3HBIX CTaAusxX oHToreHesa. Jlyisg perieHus
MOCTaBJICHHBIX 337a4 ObUIM M3YYEHbI MPEJCTABUTENN BCEX IMATH MOIKIACCOB racTpono. Beidop 00bexToB
ObLT 00YCIIOBIIEH, C OJTHOW CTOPOHBI, TOCTYITHOCTHIO, & C PYroi — MOKPBIBAT Pa3HOOOpa3He rII0TOYHOTO
BOOPY’KEHUS /Il TIPOBEACHHS IMOJHOICHHOTO aHaimm3a. Mop(doyiorusi TIOTOYHOTO BOOPYKEHHUs OblLia
UCCJICJIOBAaHA METOJaMH CBETOBOH W JJICKTPOHHOW MHKPOCKOIHH, TPEXMEPHOIO MOJCIUPOBAHUS H
KOH(GOKANTbHOM  Ja3epHOM  CKaHUpYyomed Mukpockornuu. Jlng  mpoBeleHUs  CPaBHUTENIBHO-
MOP(}OIOrHYECKOro aHallM3a B OHTOreHe3€ ObUIM HCCIIEeOBaHbl MOJOBO3PENbIe U JIMYUHOYHBIE CTaJANU
BUJIOB U3 pa3HbIX mojakiaccoB Gastropoda.

Kpurepusimu cpaBHEHHsI CTPOEHHUSI TJIOTOYHOTO BOOPYKEHUS M WX 30H (OPMUPOBAHUS HaA
MOJIOBO3PEIIBIX CTAIUSAX SBJISUTHCH: OOIIasi THCTOJIOTHS TKaHEH, BKITI0Yast OOIIYI0 OPTaHH3AIHI0 YUACTKOB,
bopMUpYIOMIUX paayly U YeTIOCTH (HampuMep, KOJIMYECTBO OJJOHTO0IacTOB, (DOPMHUPYIOIIUX OJUH 3y0);
[IUTOJIOTUYECKIE OCOOCHHOCTH CTPOEHUS OJOHTOOJACTOB, BKIIOYAs pa3mep, GopMy M THUI CEKPEIHH;
[IUTOJIOTUYECKHE OCOOCHHOCTH MEMOPaHOOIaCTOB, KIETOK CyOpaay IipHOTO SIUTENHs, TAKHE KaK pa3Mep
u Qopma; cTpoeHHe THATOOJIACTOB M THN cekpenuu. J[sl cpaBHEHHS JTUYHMHOYHOTO BOOPYKCHHS
OILICHMBAJIM: CTAJMIO 3aKJaJKH padyjbl U YETIOCTeH, MpU MX HaIW4Yuu; oOlIyl0 KoH(purypaiuio 3y00B

JIMIUHOYHOM panyiibl; TUTOJOTHUYCCKUC 0COOEHHOCTHU CTPOCHUA padyJIIpHOTO MCIIKA.



IoJ105keHUs1, BHIHOCHMbIE HA 3aIHTY

1. B0300HOBIIEHHE TTIOTOYHOTO BOOPYKEHHSI TaCTPOITO]] OCYIIECTBIISIETCS IBYMSI MEXaHU3MaMH CEK-
peLMH: HENPEPHIBHBIM M TIEPHOJMYECKUM. [1epHOANIECKHIA TUIT CEKPELIUH ABJIACTCS HOBOIPUOOPETEHHBIM
JUTSE MOJUTIOCKOB U 00ECTICYMBAET CHHTE3 CEpUaIbHBIX 3yOOB paayiibl U 3yOUNKOB YEIIOCTEH.

2. JInst paHHErO OHTOTEHE3a racTPOIIO XapaKTepHa reTEPOXPOHHS — CMEIEHHE 3aKIaaKu aeGrHu-
THBHOT'O OpraHa (pajyJibl) Ha JINYMHOYHBIE CTAJNH B CHITY CJIOKHON OpraHU3alMy payJIipHOTO amrapara.
B GONBIIMHCTBE CITyYaeB THIT paay/ibl ONPEACISIeTCS Ha JINIMHOYHOM CTaIiM, XOTS OHAa COCTOMT U3 MEHb-
IIero KoJIM4YecTBa 3y0oB, ueM B3pocias paayna. Tonbko y Patellogastropoda pasyna Ha THUHHOYHOM CTa-
JIMH OTIMYAETCS OT PaayJibl B3POCIBIX 0CO0EH HaJIMYMEM LEHTPAIBHOTO 3y0a, KOTOPBIH PeAyLHPYETCS B

IMMO3AHCM pPAa3BUTHUH.

3. 3BOJIIOI_[I/IOHHBI€ TpaHC(i)OpMaHI/II/I TJIOTOYHOI'0 BOOPYIKCHUSA IIJIU IO HECCKOJIBKHMM HAIIPaBJICHUAM,
IMPOCJIC)KCHHBIM IJId PAa3HBIX IMOAKIACCOB, U ObLIH COITPSKCHBI C MOI[I/I(i)I/IKaHI/ISIMI/I KJI€CTOYHOI'O COoCTaBa

30HBI (POPMHUPOBAHUS PATLYIIbI U YETIOCTEH.

4. Oco0OeHHOCTH THCTOr€HEe3a paiyJibl U YENIOCTeH Ha pa3HBIX CTAJUSIX OHTOICHE3a JIETIM B OCHOBY
HOBOH I'MITOTE3bI 00 SBOJIFOLUY INIOTOYHOIO BOOPYKEHUS I'ACTPOIIOJ, COITIACHO KOTOPOH aHIECTPAIbHBIM
COCTOSIHUEM SIBIISIFOTCSI TAPHBIE YENNIOCTHBIE IJIACTUHKHU U (uieKcurioccHas panyia ¢ 11-17 3ybamu B none-

PEYHOM psily U CJIa0BIM pa3/iesieHHeM JIaTepaJbHBIX U MAPTUHAIBHBIX 3y0OB.

CreneHsb 10CTOBEPHOCTH U anpodanus pe3yJibTATOB

Jlnsg monydeHMsl OCTOBEPHBIX pE3yJbTaTOB BCE HCCIENOBAHMS INPOBOJWINCH B HECKOJIBKUX
IOBTOPHOCTH U, B CIy4yae HeyAau, BEJINUCH J0 MOJy4YE€HUsI BOCIPOU3BOANMBIX PE3YJIHTATOB.

PesynbTarel wmcciaemnoBaHuit  Obutd  JOJIOKeHBI Ha 16 koH(epeHmusx, B ToMm uwmcie 10
mexxayHnapoansix (International Congress on Invertebrate Morphology 11 (2011), 111 (2014), IV (2017); XI
International Polychaete Conference (2013); International workshop on Opisthobranchs V (2015); World
Congress of Malacology (2016); VI International Heterobranch Workshop (2018); International Seminar
on Biodiversity and Evolution of Mollusks (2019); 9th European Congress of Malacological Societies
(2021); World Congress of Malacology (2022)) u 6 poccuiickux («Mopckasi OHOJIOTHS, T'€OJIOTHS,
OKEaHOJIOTUSl — MEXAUCIUITMHAPHBIE HCCIEIOBAaHMs HAa MOPCKUX CTaIl[MOHapax», MOCBSMIEHHAS [5-
netuto benomopckoit Ononornueckoit cranmuu uMm. H. A. Ilepuosa (2013); «CoBpemeHHblE MPpoOIEMbI
ABOJTIONUOHHON Mopdooruu KuUBOTHEIX» K 110-metuto co aHs poxaeHus akaaemuka A. B. VBanoma
(2016); XIIl Bcepoccwuiickas koH(pepeHius "M3ydeHue, paldOHAIBHOE HWCIOJIb30BAaHHE M OXpaHa

npupoAHbIX pecypcoB bemoro mops" (2017); «Mopckass Ouonorusi, reojorus, OKEAHOJOTHS —



MEXIUCIUTUTMHAPHBIE UCCIIEIOBAHNS HA MOPCKUX CTaIlOHapax», MocBsameHHas 80-neturo bermomopckoi
ouonornueckoir cranuuu uMm. H. A. Tlepmosa (2018); KOGuneitnas kondepenuus B yectb 160-meTus
Kaeapel 300J0TMH OECIO3BOHOUHBIX «300J0THsI OEeCcro3BOHOYHBIX — HOBBIM Bek» (2018); XIV
BCEpoCCcUiicKasi KOH(EPEHILUs ¢ MEXyHApOAHBIM yuacTueM «l3yuenue, paroHalbHOE UCTIOIb30BaHUE U
oxpaHa TpUPOAHBIX pecypcoB bemoro mopsi» (2022)). Taxke pe3ynapTaThl ObUTA TPEICTABICHBI HA
ceMuHapax kadeapsl 30070ruH 0ecrno3BoHOYHBIX MI'Y, kadenpsr 300morun 6ecrno3BoHouHbXx CIIOIY u
NII93 PAH na cemunapax 2022 roza.

[To pe3ynbpTaraM paboThI Oy 0JIMKOBaHO 37 paboT, u3 HUX 19 cTareli B pelieH3uPyEeMbIX POCCHICKUX
U MexayHapomHbix kypHanmax u3 crmcka WOS um SCOPUS, onHa W3 KOTOPBIX Ha PYCCKOM SI3BIKE,
ocTaJlbHble — Ha aHITIMICKOM. JlecaThb cTaTel oy OJIMKOBaHbI B )KypHalaX, BXOJAIINX B IEPBbIM KBapTUIIb,
coracHo 0Oa3e manHeix SCOPUS. Bo Bcex omyOnukoBaHHBIX pa0OoTax BKJIaJ aBTOpa SBISETCS
OTIpeNeNAIOMUM. ABTOp TPOBOAMI MOP(OIOTHYECKHE HCCIECIOBAHUS, CTaBWJI HaydHbIE 3a/ayH,
AHAJTM3UPOBAIT TIOJYYCHHBIEC PE3YJIbTAThI U PUHUMAJ aKTUBHOE yUaCTHE B TIPEAOCTABIICHUH UX B TICUATH.
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baarogapuocTu

ABTOp BBIpaXKaeT Iy 00KYI0 IPU3HATEILHOCTh CBOEMY TEPIEIMBOMY YUUTEIIO, CTapLIeMy KOJIere
U Hay4HOMY KOHCYJIbTaHTy npodeccopy Anekcanapy bopucosuuy Lletnuny; crapmemy kosuiere 1. 6. H.
IOputo N3paunesuuy Kantopy 3a 1mioa0TBOpHOE COTPYAHUYECTBO; akaieMuKy Biagumupy BacunbeBuuy
MasiaxoBy 3a O4YEHb COAEp)KaTelIbHbIE 00CYKIEHUs pe3yJbTaToB paboThl; 1. 0. H. Enene HukonaeBHe
TemepeBoil 3a TOCTOSHHYIO MOJAEPKKY NpU TOATOTOBKE TpyJa. Takxke BbIpaxaro OJarogapHOCTh
KoJuleram-mMaziakosioraM k. 0. H. Mpune AnekcanapoBHe ExumoBoil u k. 6.H. AHHe JleoHunoBHe
MuxuHoi 3a coBMecTHY0 padoty o rpyre Nudibranchia; k. 6. H. Auapero Auapeesudy [IpyakoBckomy
u K. 0. H. Anekcanape CepreeBHe CaBYEHKO 3a MOMOIIb B cOOpe M HAECHTH(PHMKAIMU IUIAHKTOHHBIX

nuurHOK; wi.-kopp. PAH Anekcero AnekceeBuuy [lonuinoBy 3a momoiib B OCBOGHUH METO/a TOCTPOCHUS

TPEXMEPHBIX MOjieneil o cephsM IONyTOHKHX cpe3oB. bmaromapio [Eerenns Bopucosnua Ilutpuna [3a

IIOMOILb B OCBOEHHUHU KOH(OKAJILHOTO JIA3€PHOT0 CKAaHUPYIOILEr0 MUKPOCKOIIA, a TaKkKe KosuiekTus MJIOM
MI'Y, unenrpa Mmukpockonuu bBC MIY u xomnektuB LKII MHcTuTyTa BHYTPEHHMX BOJ WM.
W. JI. [lanannHa 32 TMOMOIIb B HCCIEAOBAHUSAX MOP(OIOTHHM C HCIOJIB30BAaHUEM HJIEKTPOHHBIX
MUKpockoroB. Taxxke oueHp mpusHarenbHa Onbsre BacunaseBne CepeOpoBoil 3a JuTEpaTypHOE
pPENAKTUPOBAHUE U KOPPEKTYPY TEKCTA.

bnaronapto moero nobporo apyra Auzapes Wropesuua JlaBpoBa 3a JuIMTEeNbHBIE IUCKYCCHU U
MIOJ/IEP’KKY Ha BCEM ITyTH MOJTOTOBKH PaOOTHI.

PabGora BeimonHeHa nipu noanepxke rpanToB [Ipesunenta PO (MK-6178.2015.4), PODU (15-04-
02580, 18-05-60158, 19-04-00501) u PH® (21-14-00042).
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2. MATEPUAJI U METO/JbI

Jns w3ydeHust cTpoeHus ¥ (HOPMHUPOBAHHS TIOTOYHOTO BOOPYXKEHHS OBUTM HCIOJIH30BAHEI
Mop(hooruueckue MeTo bl HCCIeA0BaHNN, KOTOPbIE BKIIIOUAIOT CBETOBYIO MUKPOCKOIUIO, CKAHUPYIOLTYIO
U TPAHCMHUCCHUOHHYIO DJEKTPOHHYI0 MHUKPOCKOMHIO, KOH(OKAIBbHYIO Ja3epHYI0 CKaHUPYIOUIYIO
MHUKPOCKOMHUIO. [ 710TOYHOE BOOpykeHHEe OblI0 u3ydeHo y 31 BuAa W3 pasHBIX TPYyNI TacTPOHOL:
Patellogastropoda (8 sumoB), Vetigastropoda (2 suma), Neritimorpha (1 Bux), Caenogastropoda (12 BuaoB),
Heterobranchia (8 Bugos). ¥V 11 BumoB 0610 H3y4eHO POPMHUPOBAHUE TIIOTOYHOTO BOOPYKEHHS B PAHHEM
onrorenese (IIpunoxxenue k 37oii rinase, Tabnuua 1). [logpoOHbIE cBeIeHNS O KOJTMYECTBE UCCIIEI0BAaHHbIX
oco0ell ¥ MpUMEHsEMBIX METO/IaxX JaHbl B Ta0IMIIE 2, TPUIIOKEHUE K 3TOU TIIaBe.

CHauana BCeCTOPOHHE M3ydasiach Mop(dosorus OyKKaJIbHOTO KOMILJIEKCA MOJIOBO3PENBIX 0COOEH,
3aTeM aHAJIM3UPOBAIOCH Pa3BUTHE BUJIA JJISl ONIPEACIICHUS CTaluU, Ha KOTOPOU 3aK/Ia/IbIBACTCsI IIIOTOYHOE
BOOPY)KEHHE, M Ha MOCJIEIHEM OJTale H3ydalauch obmas MopdoJjorus M YyJIbTPAaTOHKOE CTPOEHUE
JMYUHOYHOTO TIIOTOYHOTO BOOPY KEHHS.

Haubosnee nosiHas cxema uccie10BaHus BRIMISLIUT CIIEAYIOIKUM 00pa3oMm:

o n3ydeHHe OYKKaJIbHOI'O KOMIUIEKCA IOJIOBO3PENbIX ocobeii: 1) m3ydenue oOuieil mopdoiaoruu
OYKKaJIbHOT'O KOMIUIEKCA C TOMOIIBIO BCKPBITHI M CBETOBOM MUKPOCKOTIHH; 2) U3yUeHHE OOIIETO CTPOCHUS
OYKKaJIbHOT'O KOMIUIEKCA C IOMOIIBI0 CKAaHUPYIOIIEH 371eKTpOHHOM Mukpockonuu (COM), st yero 6111
OTJENBbHO 3a(UKCUPOBAHBI TOJIOBHBIE KOHIIBI TOJOBO3pENBIX 0COOEd, a 3aTeM cienaHbl Cpe3bl depe3
OyKKaJbHYIO IOJIOCTh, KOTOpPBIE B JalIbHEHIIEM H3ydayuch ¢ nomompio COM; 3) u3yueHue OTAENbHO
BBIIETICHHBIX TBEPIBIX CTPYKTYp TIJIOTOYHOrO BOOpYXkeHHs ¢ mnomompio COM; 4) wuzyuenue
TUCTOJOTHYECKOT0 CTPOCHHUS TJIOTOYHOTO BOOpykeHHus. Jlyig 3Toro ObLIM OTHEIbHO 3aUKCHPOBAHBI
nepeHUe YacTH MOJUTIOCKA M pamyisipHble Memmkd. [locime mpoOOmoAroToBKH Bce SK3EMIUISPHI ObLTH
3aJIUTHI B SMOKCHIHYIO CMOJTY IS IOCIIEAYIOMIETO U3TOTOBJICHUS CEPUI MOy TOHKUX cpe30B. J[ist kaxoro
BUIa OBUIO M3TOTOBJICHO KAK MUHUMYM TIO JIB€ CEPUH TTOIYTOHKUX CPE30B C H3y4aeMOTo MECTa; 5) OIeHKa
KOJIOKaITU3alluu CTPYKTYp, AJIS Yero MO CEpUsM MOJYTOHKHX CPE30B CO3/IaBaJNCh TPEXMEPHBIE MOJEIH,
KOTOpble JaroT Hauboyiee TMOJHYI0 KapTHHY pACIOJIOKEHUS pa3HBIX OpraHoB U IO3BOJISIOT
PEKOHCTPYHpPOBAaTh BHYTPEHHEE CTpOeHHE; 6) u3ydeHHe 30H (HOPMHUPOBAHHS paaysibl M YEIIOCTEH ¢
MIOMOIIBI0 TPAHCMHCCHOHHOTO AJIEKTpOHHOTO MuKpockomna (TEM), mist gero ¢ Hambojee Ba)KHBIX IS
UCCJIETOBaHMSI MECT ObLITM U3TOTOBIIEHBI CEPUH YIBTPATOHKUX CPE30B; 7) U3yUEHHE 30HBI TpoIu(epanuu B
30He (HOPMHUPOBAHMS PATYJbl C MOMOIIBI0 KOH(OKAIBHOTO Ja3epHOr0 CKaHMPYIOLIET0 MHUKPOCKOINA
(KIICM).

o n3ydeHue OyKKaJbHOTO KOMIUIEKCA JIMYMHOK: 1) M3ydeHHe PaHHErO Pa3BUTHA ULl ONPEISIICHUS

TOYHOH craauu, Ha KOTOpOfI 3aKJIaIbIBACTCA paayJa. I[J'If[ 9TOI'0 JIMYMHKHU COACPIKAINUCH B J'Ia60paTOpHI)IX
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YCIIOBUSIX, M BEJIUCH MPHKU3HEHHbBIE HAOMIOEHUS 3a X Pa3BUTHEM C MOMEHTA OIUIOIOTBOpeHUs. PazHble
CTaJuu pa3BUTHUS ObUTH 3a(UKCHPOBAHBI U 3aT€M M3YYEHBI C MIOMOIIBIO CBETOBOW MUKpockormuu 1 COM;
2) BBIABIEHUE CTaAUM 3aKIaAKH panxynbl. J[ias 3Toro pasHele cTaauu ObUTH 3aUKCUPOBAHBI H
UHKyOupoBansl B  (ayopecuienTHoM  Kpacutene  (CalcofluirWhite), koTopslii  OKpammBaer
HEIMOJIMMEPU30BAHHBIN XUTHH M TEM CaMbIM MapKHUPYyET TOJIBKO 4TO CHOPMUPOBAHHBIC PaLyJibl. JIMUMHKI
OBLIM M3YUYCHBI C TIOMOIIBIO JTIOMHHECIIEHTHOTO MUKpockorna u KJICM; 3) uzydenue oOmieit Mopdosioruu
JUYUHOYHON pamynbl ¢ momombio COM, Koraa 3TO MO3BOJSUIM pa3Mepbl; 4) M3ydeHHE TUCTOTeHe3a
JUYUHOYHON paaynbl, Ui 4ero ObUIM coOpaHbl M 3aUKCHPOBAHBI CTAIUU PA3BUTHSA, HA KOTOPBIX
IPOUCXOAUT 3aKiagka paxyiibl. [Tocne mpoObonoaAroToBKY M 3aJIMBKH B CMOJIY ObLIH M3TOTOBJIEHBI CEPUU
MOJIyTOHKUX CPE30B HY)KHBIX CTAJUH; 5) OLIEHKA COCTOSHUSI PA3BUTHUA JAPYTUX CUCTEM OPTraHOB, JUIsl YETO
M0 CepHsIM MOJTYTOHKUX CPE30B CO3[aBAINCh TPEXMEPHBIE MOJIEIH JTUYUHOK; 6) N3yYeHHUE JTMUYUNHOYHOTO
panyiaspHOTO Melka ¢ nomoupo TEM.
Marepuan

Marepuan Ui UCCIeI0BaHU COOMpalICs B pa3HbIX JoKanusx. OCHOBHAs YacTh MaTepuaia Oblia
cobpaHa B okpecTHOCTAX bemomopckoi Omonornueckoi cranimu umenu H. A. IleproBa MI'Y (beroe
mope, Kanmanakmickuii 3anuB). MccnenoBanus mpooauiauck ¢ 2007 o 2022 roa. [Moapobubie cBeneHus o
KOJIMUECTBE MCCIIC0OBAHHBIX Pa3HbIMU MeTOIaMu 0co0Oeii gaHa B Tabnuie 2 (IIpunoxeHne K 3TOH riiase).

Patellogastropoda

Jns uzyuenus: GopMHpOBaHUS U 3aKJIAKU TTIOTOYHOTO BOOPY>KEHUS MATEIIOTacTPONO | ObLI B3SIT
3a OCHOBY OOBIYHBIN OOHTATENh KAMEHHCTOW HMKHEH juropanu okpectHocteit BBC MI'Y Testudinalia
testudinalis (O. F. Miiller, 1776), Ha mnpumepe KOTOpOro OBUIM CIENAaHbl JCTAIbHBIC OIHMCAHMUS
(dopMHpOBaHUS M 3aKJIAIKU TIIOTOYHOTO BOOPYXKEHHsI Ha Pa3HBIX CTAIHMsIX OHTOreHesa. s ommcaHus
obmield MOpPQOJOTHH W YIBTPATOHKOTO CTPOSHHS TIIOTOYHOTO BOOpYKeHHsI Obuio ucciempoBaHo 30
MoJIOBO3peNbIX ocobei. COop maTepuana npoBoauics B jJetHue ce3onbl 2007-2009 u 2015-2017 romaos.
BckpriTue 1 u3yueHue rioTOYHOTr0 BOOPYKEHHUS C TOMOIIBIO CBETOBOM MUKPOCKOIINHU OBLIO OCYIIIECTBICHO
y cemu sK3eMiusipoB. OOmas mopdonorus OyKKadbHOTO KOMIUIEKCA C TIOMOIIBIO CKaHUPYIOMIEH
3eKTpOoHHOU MUKpockonuu (COM) Obia n3yueHa y msata ocodeit. CTpoeHue BBIICICHHOW payJibl ObLIO
HCCIIeIOBaHO ¢ MoMolbio COM emé y ceMu 3K3eMILIIpOB. b0 M3roToBaeHo 6 cepuii MOTYTOHKUX CPE30B
(2 cepun cpe30B TOJIOBHOTO KOHIIA U 4 cepuu cpe3oB paayispHoro memika). [lo onHoi cepun cpesos,
CZEJIaHHBIX C FOJIOBHOT'O KOHIIA, ObliIa CO3/1aHa TpEXMEPHAs MOJIENb MIEPEIHETO OT/AEIIa MUILEBAPUTEIbHOM
cuctembl. [lo Tpém cepusiM cpe3oB 30HBI (HOPMUPOBAHMS PaayJsbl ObUIM PEKOHCTPYHPOBAHBI TPU 30HBI
dbopMupoBaHUs padyibl MyTEM CO3AAHUS MX TPEXMEpHBIX Mojeiei. C MOMOIIbI0 TPAaHCMUCCHOHHOTO

3neKTpoHHOro Mukpockomna (TEM) OblI0 MccaenoBaHO YJIbTPATOHKOE CTPOEHHE YENIOCTH U PadyJibl y
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4eThIpéx ocobeit. Iyt 3TOro ObUTM M3TOTOBIICHBI JIBE CEPHH YJIBTPATOHKHUX CPE30B UYEIIOCTH B Pa3HBIX
y4acTKax M JBE€ CEpUU YJIbTPATOHKUX CpPe30B 30HBI (opmupoBaHus paayibl. Jias wusyueHus
npoiauQepaTUBHON aKTUBHOCTH B 30HE ()OPMUPOBAHUS PAIyJIbl OBLTO U3YYEHO S5 paaylspHBIX MEIIKOB C
MOMOIIBI0 KOH(POKAIBHOTO JIAa3€PHOT0 CKaHupytomiero Mukpockomna (KJICM).

Jliis u3ydeHust 3aKJIaK| paayiibl B onTorenese T. testudinalis 6sut0 ucciaemoBano 195 nnynHOK Ha
pasHbIX cTaausx. B tedenme Tpéx nerHux cezoHoB 2019, 2020 m 2021 romoB OBUIM TPOBEICHBI
AKCIEPUMEHTHI 110 OILIOJOTBOPEHUIO U pazpututo T. testudinalis. [1yis BbIsiBIICHUS CTaINU 3aKIIaIKH PaTyJIbI
B paHHEM OHTOreHe3e He MeHee 10 KyJbTyp JIMUMHOK HAOIIOJATUCh OT MOMEHTa OIIOOTBOPEHHS IO
MOMEHTa ocelaHusl. JINUMHKA Ha pa3HbIX CTAAUAX OBUIM MCCIIEOBAaHBI C MOMOIIBIO JIIOMUHECIIEHTHOTO
MHUKPOCKOIa C MpeABapuUTeIbHON (uKcalueld M OKPacKoW JIHMYMHOK (IyOpecLUEeHTHBIM KpacHuTeleM,
KOTOPBIA OKpammBaeT B TOM 4ucie HenoiauMepuszoBanHbldi xutuH (CalcofluirWhite). Takas
npeaBapuTeNbHas OICHKAa HalIW4Msa pagyisl Oblia mpoBefeHa y 15 nmuumHOK Ha pasHbeIX craausax. s
OTIpeIeTICHUsI OCHOBHBIX ATANlOB paHHETO pa3BuTusa 0osiee 130 ocobeii Ha pa3HBIX CTAIUAX PA3BUTHS OBLITH
uccienoBansl ¢ momouibio COM. Tlocie onpeaeneHus cTaauu 3aKkiIaKy paayJibl ObLIIH U3TOTOBJICHBI CEPUH
MOJYyTOHKUX CPE30B ISITH JIMYMHOK, [0 OJHOM cepuM Oblia co3maHa TpEXMepHas MOAeNb. Y IbTPAaTOHKOE
CTPOCHHUE PaAyJbl ObLJIO UCCIEAOBAHO Y TPEX JTUUMHOK HA CTAJUH PAHHETO BeJMrepa, Ha KOTOpOW Obuia
JeTeKTUpOBaHa TiepBas paayna. [y moiydeHus JaHHBIX IO CTPOCHHUIO BEIUTEPHON paxyibl OBLIO
rccieoBaHo He MmeHee 30 paHHux BenurepoB ¢ momMonso KJICM.

s u3ydeHus 3aKOHOMEPHOCTeH (HOpMHUPOBAHMS YENIOCTH y Pa3HBIX BUAOB MATEIIOracTPONOL
JIOTIOJTHUTEIBHO ObUIa n3ydeHa Mopdoiorus yentocteil y 7 BunoB (Bcero 35 sx3eMiuisipoB). CeMb ocobeit
Lepeta caeca (O.F. Miiller, 1776) 6butn cobpanbl ¢ rayounsl 30 M ¢ KAMEHHCTOTO TpyHTa B paifone BBC
MI'Y okono meica Kunmo (66°33' N, 33°08' E; Kanganakmickuii 3amuB beaoro Mopst) 1erkoBo/10J1a3HbIM
meToaoM coopa. Coop mposoauiics B 2007 roxy. Ocoou Nipponacmea moskalevi (Chernyshev et Chernova,
2002) (6 ocobeii), Lottia kogamogai (Sasaki et Okutani, 1994) (4 oco6wu), Lottia versicolor (Moskalev in
Golikov et Scarlato, 1967) (6 ocobGeit), Erginus sybariticus (Dall, 1871) (3 ocobu), Cryptobranchia
kuragiensis (Yokoyama, 1920) (5 oco6eii) u Limalepeta lima (Dall, 1918) (4 ocobu) Obiir coOpaHbl Ha
ouosornyeckoii cranuuu «BocTok» nHcTHTyTa Briomoruu mops (42° 52" N, 132° 43’ E; SImonckoe mope).
Co6op marepuana mpoBoauiics B aBrycre 2009 roma. Ilepen m3yueHneM MOp(OJOTHH YENTIOCTH BCE
SK3EMIUISIPHl ObUIA 3a(UKCUPOBAHBI, U CICJIAHBI MPOJIOJBHBIE CpPE3bl Yepe3 MEepeAHHIl KOHEI[ Tena C
nomoInbko Jie3Bus. [locie yero marepuan Ob11 H3y4eH ¢ moMoIibio COM.

Vetigastropoda

OO6mass Mop¢oyioTuss U yIBTPATOHKOE CTPOCHHE TIOTOYHOTO BOOPYXKECHHS OBLTH HM3YUYCHBI Y

Puncturella noachina (Linnaeus, 1771). Dto Tunu4HbIH oOWTaTeNh KaMeHHCTOW cyOmuTopanu. Coop
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MaTepHalia IpOBOIUIICS JETKOBOI0Ia3HBIM METOI0M ¢ Tiyounbl 17-30 meTpoB HanpotuB BBC MI'Y (66°
33'N, 33°08'08' E) B netame ce3ounr 2008-2010, 2012-2013, 2018-2020 roxos. B paboty BomuM JaHHBIE
110 MOp(OJIOTHH ITIOTOUYHOTO BoopyxkeHUs 40 MOI0BO3pEbIX FK3EMIUIIPOB. [ T0TOUHOE BOOpY KEHUE MATH
HK3EMIUIAPOB OBUIO M3YyYEHO TOTAJBHO C MOMOIIBIO CBETOBOrO MHKpockoma. CTpoeHHe OyKKaJIbHOTO
KOMIUIEKca ¢ momolso COM Obl10 U3y4eHo y ceMu ocobeil. PagysipHblil MeIok ObUT M3yUYeH C TOMOILBIO
COM TrotanbHO Ui TpEX 0COOEH, BbIIEICHHAs patysia — ewé Al ceMH. BbliIu U3roTOBJIEHBI TPU CepUn
HOJYTOHKHMX CPE30B I'OJIOBHOT'O KOHIA /ISl U3YUYEHHUsI CTPOSHUS YEIIOCTEMH, 110 IBYM CEpHUsIM OBbUIM CO3aHbI
TpEXMEpHBIC MOJICIIH TOJIOBHOTO KOHIIa — P. noachina. YasTpaToHKOE CTPOCHHE YETIOCTH OBLIO H3Yy4eHO
y JIBYX 9K3eMIUISIPOB. BBUTH M3rOTOBIICHBI IBE CEPUH MOTYTOHKHX CPE30B 30HBI (POPMUPOBAHUS PaLyJIbL.
VYIIbTpaTOHKOE CTPOECHUE PALYIIIPHOTO MEILIKA ObLIO U3YyUEHO Y ABYX 3K3eMIUIAPOB. 1 BEISICHEHUS 0011en
TOIIOJIOTUH, & TaKKe NMPoIu(epaTUBHON aKTUBHOCTH ObLIO M3y4yeHo ¢ nomoinbsio KJICM 11 BbiaeneHHbIX
panyJIipHBIX MEIIKOB.

Mopdororus TI0TOYHOTO BOOPYKEHHS MOJIOBO3PEIIBIX 0COOCH M 3aKiIaJKa paryJibl B OHTOT€HE3e
ObUIM HU3y4YeHBI I BToporo Buaa Beruractponon Margarites helicinus (Phipps, 1774), npuHaiexaiiero
apyromy cemeictBy. M. helicinus oburaer Ha rpaHuIle HHXKHEH JTUTOPAJIM U BEpXHEH cyoiauropanu. beuio
uccnenoBaHo 45 B3pocnbix ocodeit. Bech MmaTepuan 6bu1 coOpan Ha mopore EpemeeBckuii B OKPECTHOCTSIX
BBC MI'Y B teuenue netaux ce3oHoB 2018-2021 romos. Ha cBeToBOM ypoBHE OBLIO M3Y4YEHO CTPOCHHE
IJIOTOYHOT'O BOOPY>KEHUS IISATH 3K3eMILIApOB. i1s n3ydenus oOmiei Mopdosioruu 6ykkaabHOIO KOMIUIEKCa
ObUTH 3a()UKCHPOBAHBI TOJIOBHBIE KOHIIBI 10 3K3EMIUIAPOB, Y KOTOPBIX € MOMOIIBIO JIE3BUS ObUIN CAETaHbI
HOTIEpEeYHbIE U TPOJOJbHBIE Cpe3bl uepe3 TOJOBHOW KOHEL M 3aTeéM H3ydeHbl ¢ mnomoipio COM.
Briienennbie pagyispHble MEIIKH M OYHUINEHHBIE paxylibl eme 22 ocobeil ObUIM M3y4eHBI C MOMOIIBIO
COM. bputi M3roTOBIIEHBI: OJJHA CEpUs IOJYTOHKHX CpPE30B I'OJOBHOTO KOHIA U 4 cepuu MOJYTOHKHUX
cpe3oB panayispHoro memka. Ilo onHoi cepum cpe3oB Oblla co3faHa TpEXMEpHask MOJENb 30HbI
dopmupoBanus paaysl. st TpEX paayIsipHBIX MEIIKOB OBLIIM MOTYYEHbI yIBbTPATOHKHE CPE3bl U N3yUCHBI
¢ nomompo TEM.

Jnst m3ydeHust 3aKiajKd paayibl B paHHEM Pa3BUTUM ObUIO HCCIEAOBaHO 78 IWUMHOK. [lmst
BBISIBJICHUSI CTAJMM, HA KOTOPOW 3aKJIaJbIBaeTCs pajayiia, B JaOOPAaTOPHBIX YCIOBHAX OBUIO MPOCIEKEHO
pa3BHTHE OT MOMEHTA OTJIOKEHUS KJIaJOK 10 MOMEHTA BBIXO/a IMUYMHOK. Tak ke, kak u st T. testudinalis,
MEPBUYHOM 3a/1aueii ObUIO OMPENeTUTh CTAINIO 3aKIAIKH paayibl. s 3Toro 15 TMYUHOK OBUTH TOTABEHO
HCCJIE0BAHBI C TOMOIIBIO CBETOBOW MUKPOCKONUU. /{151 N3ydeHHs caMbIX paHHUX paxyJst 28 JINYUHOK HA
pasHbIX cTagusx ObutM MHKyOHpoBaubl B CalcofluirWhite, ¢ mocnenyrommM u3y4eHHEM € TTOMOIIBIO
KJICM. [1ns1 601ee neTaabHOrO OMMCAHUs CTauil pa3BUTHS OBLIN U3yUeHBI ¢ TOMOIIbI0 COM 25 TUUMHOK.

OTI[CJ'H)HO BBIJACJIICHHBIC JIMYNHOYHBIC PaayJibl ObLIH HU3YYCHBI C TIOMOIIBLIO CoM AJIA IATH 3K3CEMILISAPOB.

17



[locne ompeneneHus craguu 3akiIaAKd pagyibl BaXKHble CTaaAuMd ObUIM 3aQUKCUPOBAaHbI U TOCIE
COOTBETCTBYIOIIECH MPOOOMOATOTOBKY 3aJIUTHI B CMOJTY. BBIIO M3roTOBIICHO 5 cepuii MOTYTOHKUX CPE30B,
no TpEM U3 KOTOPBIX CO3JaHBl TPEXMEPHBIE MOAETU JHUYUHOK. YIJIBTPATOHKOE CTPOCHUE JTMYUHOYHOM
pamyJibl ObLIO U3YUYEHO Y TPEX IK3EMIUISPOB.

Neritimorpha

W3yuenune cTpoeHHs M 3aKJIaKU Paay sl ObLIO M3ydeHo s ogHoro Buaa Nerita litterata Gmelin,
1791. Yetsipe 3K3eMIuIsApa OblTM COOpaHbl B TUTOPAJIbHOM 30HE (Touka babyiis, 20°23,3' S 164°07,40° E,
stn KM708) Bo Bpems oskcneauuun KOUMAC 2.3 B Hosyro Kanenonuto, opraHuzoBaHHOM
HannonaneHbIM My3eeM ectecTBeHHOUW uctopuy, llapwxk, @pannusa B 2018 roxy. IIpencraBurenn storo
MOJIKJIAcCa He OOUTAIOT B QMM KAMNIIIEH JOCTYITHOCTH, YTO HE MO3BOJIWIIO O0Jiee 1eTalbHO U3YYUTh CTPOCHHE
U 3aKJaJKy TJIOTOYHOrO BOOpPY)XKEHHUs B oHToreHese. OOmas mMopdoiorus paayibl Oblla M3y4deHa C
nomotsio COM y IByX 3K3eMIUISIPOB. J[Ba paayisspHBIX MeIIKa ObLIH BhIJIEIEHBI, 3a()MKCUPOBAHBI 1 TIOCIIE
COOTBETCTBYIOIIEH MPOOOIIOATOTOBKH 3aJUTHl B CMOJY. BBUIM W3rOTOBIIEHBI JBE CEPHUU MOIYTOHKHX
Cpe30B, MO KOTOPBIM CO37aHbl TPEXMEpHBIE MOAeTH 30HbI (opmupoBanust pamyisl N. litterata.
VYnbTpaToHKOe CTpoeHHEe 30HBI (OpMHUpPOBaHMA ObLIO HM3yueHO ¢ momoulbto TEM mo aBym cepusiM
YIIBTPATOHKHX CPE30B.

Caenogastropoda

Bruto rcciemoBano 7 BUIOB, MpHHAAIEKAKX K rpyrme Littorinimorpha, u 5 Bumos Neogastropoda.
Bce ocobu murropuHuMOpd Obu1H coOpansl B okpecTHOCTIX BBC MI'Y. Hanboinee neranbHO ObLT H3yYeH
BUJI, OOMTAIOLIHIA B JOCTATOYHOM INIOTHOCTH HA TPaHHULIE JTUTOPAIH U cyOsnTopanu EpemeeBckoro nopora,
Lacuna pallidula (da Costa, 1778). lnst u3y4eHusi ctpoeHus U GOpPMUPOBAHUS PATLYJIbI TTOJOBO3PEITBIX
oco0eit O6b11 cobpan 21 sx3emruisip. Mopdhoorust TI0TOYHOTO BOOPYIKEHUS HE MEHEE IMATH HK3EMIUISIPOB
cHavana Obljla M3y4yeHa C MOMOIIb CBETOBOM MHKpockonuu. Jlyis Oonee AeTaabHOrO0 M3y4eHUs ObUIH
JIOTIOJTHUTEIBHO BBIJENIEHBI U U3y4YeHbI ¢ nomouibio COM 6 panyn. J{ns usydenus oOmiel Mopdoaoruu
OYKKaJIbHOTO KOMILIEKCa OBUIO 3a()MKCHPOBAHO 2 TOJOBHBIX KOHIA, Ui M3Yy4YeHHS MOPQOJIOTHH 30HBI
dbopmupoBaHus OBUTO BBIJIEICHO W 3adUKCHpoBaHO 3 pamysipHBIX Memka. [locie coOoTBETCTBYROMIEH
MpOoOOIIOATOTOBKM MaTepHall ObUT 3aJIUT B CMOJY. BbUIM M3rOTOBJIEHBI JBE CEPUH MOTYTOHKUX CPE30B
T'OJIOBHOT'O KOHIIA U TP CEPUU MOJIYTOHKHUX CPE30B 30HBI hopMHUpoBaHus paayisl. [1o cepusm cpe3o Obuia
co3/laHa oJHa TpEXMEpHasi MOJIEb TOJIOBHOTO KOHIIA C paAyJIIPHBIM MEIIKOM U 0osiee JeTaabHO — OfHA
MOJIENTb 30HBI ()OPMHUPOBAHUS PAAYNbl. YIBTPATOHKOE CTPOCHHE 30HBI (DOPMHUPOBAHUS PATYIBI OBLIO
M3YYEHO IO JBYM CEpUSM yIbTPATOHKUX CPE30B, CIACTAHHBIX C JIBYX SK3EMIUIAPOB. [[eBATh pamylsapHBIX

MENIKOB ObLTH U3y4eHbI ¢ momoiisio KJICM amis onpenenenus 30HbI TpoiuQepariu.

18



Jist m3yueHust 3aKIaaKu ¥ OPMHUPOBAHUS PATYJIIbl B OHTOTCHE3€E B JIA0OPATOPHBIX YCIOBHUIX OBLIO
IPOCIIEKEHO PAa3BUTHE OT MOMEHTA OTKJIAJKU PAAyibl 0 MOMEHTa BbIX0Ja FOBeHMJICH. J{ist 3TOro ObuTH
coOpanbl TOJI0BO3peTbie 0coOu (He MeHee 15 kaxmoro mojia) u kinagku (He meHee 20) B 3UMHHIT Ce30H
(saBapb-deBpainb) 2020-2021 ronos, korna npoucxoaut pazsurue L. pallidula. beuto mpocnexeno pannee
pasutue L. pallidula, nms gero 10 3x3eMIuIsipoB ObLIM U3YYEHBI C IOMOIIBIO CBETOBOH MHUKPOCKOIHU U
129 nmuunHok — ¢ momornieto COM. JlecsATh JUYMHOK HA Pa3HBIX CTAaUAX OBLIM WHKYOHMPOBaHBI B
CalcofluirWhite ¢ mocneayromim u3ydennem ¢ nomoisio KJICM st onipenesieHus caMoit paHHe cTainy,
Ha KOTOPOH 3aKjanbIBaeTcs paayia. s u3ydyeHus BHyTPEHHETO0 CTPOSHUS BaXKHBIX CTaJWi, HA KOTOPBIX
3aKJIQJABIBACTCS paylia, ObLIH 3a(UKCHPOBAHBI M 3aJUTHI B CMOJY 5 nuuuHOK. [lo TpéM cepusm cpe3oB
OBUIM CO3/1aHBbI TPEXMEPHBIC MOJICNIN JTHYUHOK. YIIbTPATOHKOE CTPOCHHUE Padyiibl OBLIO M3YYEHO Y TPEX
BEJIUT'€POB.

JIOTIOTHUTENBHO METOJIaMH CBETOBOM M KOH(OKAIHHOH JIa3e€pHOM CKAaHUPYIOIIEH MHUKPOCKOIHH
ObuTa M3yucHa 30Ha (hopmupoBanus paaysl Littorina obtusata (Linnaeus, 1758) (7 sk3emiuisipoB), Lacuna
vincta (Montagu, 1803) (5 sk3emmuspos), Skeneopsis planorbis (O. Fabricius, 1780) (12 sk3eMILIspOB),
Peringia ulvae (Pennant, 1777) (6 sx3emmsipor) u Velutina velutina (O. F. Miiller, 1776) (5 sx3eMIuisipoB).
ITonmoBo3pensie ocobu L. obtusata, L. vincta, S. planorbis u — P. ulvae 6w cobpansl Tam ke, riae u L.
pallidula, va Epemeesckom mopore. Ocobu V. velutina 6t coOpaHbl JETKOBOIOJA3HBIM METOAOM B
okpecTHOCTIX Mbica Kuno Ha rimyoune 18-25 M. Bech Matepuan Obu1 cobpan B sieTHue ce30HbI 2019-2022
TOJIOB.

3akiajika JIapBaJbHOW PalyJibl JUTs TUIAHKTOTPO(MHBIX JIMYMHOK ObLTa M3YYEHA VIS IBYX BUJIOB —
Littorina littorea (Linnaeus, 1758) (7 senurepos) u Velutina velutina (O. F. Miiller, 1776) (5 Benurepos).
Benurepsr ObiTi moiiMaHbI B ITaHKTOHE B JeTHUH mepuos 2019-2022 roxos wampotuB BbC MI'Y. [lns
Ka)XJIOTO BUIa ObLTH U3TOTOBJIICHBI CEPUU MOJYTOHKUX CPE30B M CO3JaHBl TPEXMEPHBIE MOJICITH, KOTOPHIE
MO3BOJIMIIN ONPEACTUTh CTPOCHUE PALYJISIPHOTO MEIIKA.

Haubosee monpobHO crpoeHue u (GopmupoBanue pamysibl Neogastropoda Obutd M3ydeHbI s
npejcTaBuTeneit Hajacemeiictea Conoidea — Tpéx BUIOB ¢ pa3HbIMHU paayiaMu. [IOCKOIBKY 3TOT MaTeprai
TPYAHOJOCTYIICH, W3Y4YHTh 3aKjJaJKy paaylibi B OHTOICHE3e OKa3aloch HeBO3MOXKHBIM. Illects
sk3emiuisipoB Conus pulicarius (Hwass in Bruguiére, 1792) Obutn coOpanbl B 3anuBe Hsuanr, B
okpecTHOCTIX ocTpoBa MyH (12°10.046" N, 109°17.770" E; BpeTHam) J1€rkoBOJ0JIa3HBIM METO/J0M Ha
rnyoune 6-12 merpoB B oktssope 2012 roma. Clavus maestratii (Kilburn, Fedosov, Kantor, 2014)
(Drilliidae) u Lophiotoma acuta (Perry, 1811) — Bo Bpems skcneaunud KOUMAC 2.3 B Hogyro
Kanenonuto, oprannzoBanHoii HarmoHansHeIM My3eeM ecTeCTBEHHOM uctopu, [lapmxk, @panuus B 2018

rogy. OcoOu coOMpanuch JerKOBOI0IA3HBIM METOI0M ¢ Ti1yOouHbI 10-12 M. O0mias mopdomorust pamysl
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obu1a n3yueHa ¢ nomoinsro COM (C. pulicarius — 3 sx3emrutsapa, C. maestratii — 2 sx3emruispa, L. acuta
— 6 3K3eMIUIsIpoB). PamynsapHbie MENIKU ¢ COMYTCTBYIOUIMMH TKaHSIMH ObUTH BbIJIEI€HBI, 3a()UKCUPOBAHbI
Y 3aJIUTHI B CMOJTY. BBIJIM H3rOTOBJICHBI CEPHUH TTOJYyTOHKHUX CPe30B 30HbI hopmuposanus (C. pulicarius —
3 sx3emiutsapa, C. maestratii — 4 sx3emruisipa, L. acuta — 4 sx3zemmsipa). [1o ogHOM U3 cepuit cpe3oB st
KaXJI0Tr0 BHIa OBUTM CO3JaHBI TPEXMEpPHBIE MOJENU 30HBI (POPMUPOBAHUS paayNbl. YIBTPATOHKOE
CTpOEHHE 30HbI POPMUPOBAHUS OBUIO U3YUEHO I10 IBYM CEPUSAM YJIbTPATOHKUX CPE30B IJIs KaXKIOro BUIA.

JononHurenbHo Oblla M3ydeHAa MOPQOIOrus U TUCTOJIOTUS 30HBI (POPMUPOBAHUS pajayJibl
Buccinum undatum (Linnaeus, 1758). DTu MOJUTFOCKM OOHMTAIOT HAa I'PaHMIE JTUTOPAIU U CyOIMTOpAIH B
okpectHOCTsIX BBC MI'Y. C6op maTepuana npoBoamics B 2020-2022 rogax. Jliis u3ydeHus: CTpOCHHSI 30HbI
dbopMUpOBaHUA paIyJibl MOJOBO3PENBIX 0co0eil ObT0 coOpaHO 5 B3pOCHBIX SK3eMIUIIpoB. CTpoeHHe
pazyspl ObUIO M3YyYEHO C MOMOILBI0 CBETOBOW MHKpockonuu (2 sx3emiuiipa) 1 COM (3 sk3eMiuispa).
I'ucronorunueckoe cTpoeHre 30HBI (HOPMUPOBAHHS PaLyJbl OBUIO U3YYEHO IO ABYM CEPHUSAM IOIyTOHKUX
cpe3oB. st u3ydeHHs 3aKIaIKl Paayibl B OHTOT€HE3€ ObUTM COOpaHbl JIMYMHKK HA Pa3HBIX CTAAMSIX
pa3Butus. [lockoabKy B OJHON KJIaJKe MOXHO HAONIOJATh pa3HblE CTAIUU Pa3BUTH, TO ObUTH COOpaHbI
BCETO JIBE KJIAJKU, U3 KOTOPBIX Oojiee MOJpOoOHO MCcCaen0BaId 9 JTMUMHOK Ha PAa3HBIX CTAAMUAX PA3BUTHA.
Ha cBeroBoM ypoBHE OBLIM HCCIEIOBAaHbI TPH CTAaAMU. JINYMHOYHOE TJIOTOYHOE BOOPYKEHHE OBLIO
ucciaenoBaHo ¢ momomipto COM y T1pé€x sx3emmuisipoB. [locne BbISICHEHWS CTaauud, Ha KOTOPOM
3aKiIaibIBaeTCs paayia, OblUTH 3aUKCHPOBAHBI U 3aJTUTHI B CMOJIY TPU SK3EMILIAPA JIMYMHOK, 110 KOTOPBIM
OBLIM M3TOTOBJICHBI TPU CEPUU MOIYTOHKUX CPE30B C MOCHEAYIOUIEH PEKOHCTPYKIMEH MyTEM CO3AaHUS
TpEXMEpHBIX Mozeneil. ['ucronoruyeckoe cTpoeHue 30HBI (OPMHUPOBAHUS JTMUMHOYHOM Pagyiibl OBLIO
U3yYEeHO TI0 TUCTOJIOTHYECKUM Cpe3aM.

Emé ogammM Buaom ais u3ydeHus (GOPMUPOBAHHS TIIOTOYHOTO BOOPYKEHHS CTall Oe3paysIbHBINA
mosuttock Admete viridula (Fabricius, 1780), koTopslii 00MTaeT Ha MIMCTHIX TPyHTaX, HaunHasA ¢ 25 M. Bo
B3pPOCJIOM COCTOSIHUM HM3BECTHO TOJIBKO HAJIWYME CHEIHMAIM3UPOBAHHOM YENIOCTH, NpeIHa3HAYEHHOM,
BEPOSITHO, /ISl IPOKAIBIBAaHUS MSITKUAX TKaHeW. YTOOBI BBISICHUTD, 3aKJIAABIBACTCSA JIU Pajyjia B paHHEM
OHTOT€HE3€e, OCHOBHOE BHHMAaHHWE YACISUIOCh pPa3BUTHIO. s W3y4YeHHs TIOTOYHOTO BOOPYKECHHUS
MOJIOBO3PENIBIX 0CO0eH ObLITN HCCIIe0BaHBI BE 0COOM Ha CBETOBOM YPOBHE U TPH SK3EMILIAPA C TOMOIIIBIO
COM. /1ng u3yueHust pa3BUTHS U 3aKJIQJKH [IEPETHET0 OT/eNa MUIIeBAPUTEIbHON CUCTEMBI OBLIIO COOpaHO
He Mmenee 10 wragok. A. viridula oTkiagpiBaeT KIaJKM Ha BEPXYLIKH MECYAHBIX JIOMHUKOB aHHEIH]I
Pectinaria hyperborea. Marepuan 611 codpan okoio KpectoBeix ocTpoBoB B okpecTHOCTIX BBC MI'Y
METOJIOM TpajeHHs BO BTOpoii monoBuHe neTta B Teuenue 2019-2021 rogos. Beero 6bu10 nccnenoBano 18
JMYUHOK Ha pa3HbIX cTaausx. C MOMOIIBIO CBETOBOM MUKPOCKONHUHU ObUTH M3ydeHbl 7 muuuHok. Ha COM

u3yueHsl 12 muanHok, ¢ nomons KJICM — 4 guuunaku. st ructonoruu 661010 3aUKCUPOBAHO U 3aJTUTO
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5 TMYMHOK HAa pa3HBIX cTaAusIX. [10 MOTyYeHHBIM CEPHSIM IOy TOHKUX CPEe30B ObLIO CO3AaHO 4 TPEXMEPHBIX
MO/IEIIN JINYMHOK Ha PA3HBIX CTAIUSIX PA3BUTHSL.

Heterobranchia

['morouHoe BOOpyKeHHE OBUIO M3Y4YEHO Yy 4YeTHIPEX BHUIOB TOJIOKAOEPHBIX MOJUIIOCKOB
(Nudibranchia), nByx BumIOB IMMHOCOMAT M OJHOIO BHAa cakkoryiocc. s m3ydeHus: MOpQOJOTHH
[JIOTOYHOTO BOOPYKEHUS MMOJIOBO3peIbix ocodeit Nudibranchia B netuuii ce3on B okpectaoctssx BBC MI'Y
obutn cobpanbl 5 ocobeli Coryphella verrucosa (M. Sars, 1829), 6 oco6eit Eubranchus rupium (Meller,
1842) u 5 ocob6eit Dendronotus frondosus (Ascanius, 1774). Uetsipe ocoou Vayssierea elegans (Baba,
1930) Obutn coOpaHbl Ha OuWoOrMYecKol craHimu BocTok mHCTUTYTa BHomormm mops (42° 52" N,
132° 43’ E; SImoHckoe Mope).

C6op matepuana aByx BunoB Gymnosomata — Clione limacina (Phipps, 1774) u Limacina helicina
(Phipps, 1774) — npou3BOIUIICS C TIOMOIIIBIO IUTAHKTOHHOM CeTH WK cadka Hanpotus nupca BbC MI'Y B
aetuuit nmepuox ¢ 2012 mo 2021 roxa. Cemuaanats B3pocisix ocodei C. limacina u 8 ocobeii L. helicina
OBUIM UCCIICIOBAHBI C TIOMOIIBIO PA3IIMYHBIX MOP(OJIOTHUECKUX METOI0B. Bemurepsl 000X BHIIOB TaKKe
ObUIM TIOWIMaHbI B IUIAHKTOHE B Havaje Jjieta. Pamyna cemu BenurepoB C. limacina u tpéx Benurepos L.
helicina Obu1a HWccaeOBaHA C TMOMOIIBIO M3TOTOBJICHUS TOJTYTOHKHUX CPE30B. YIIBTPATOHKOE CTPOCHHE
ObUT0 M3y4eHo ¢ momoisio TEM.

Limapontia senestra oouraet B IUTOPaIbHBIX BAHHAX U ACCOIIMUPOBAH C HUTYATKOM. Martepuai Obu1
cobpan B cpennei mutopanu HanpoTuB bbC MI'Y B utone B 2020-2021 romax. Beero 6v110 n3yueno 17
B3pOCIBIX ocobeit L. senestra (10 — Ha cBEeTOBOM ypoBHE, Y YETHIPEX IK3EMIUISIPOB OblIa N3yueHa 00IIas
Mopdosorust pamyisl ¢ noMomisio COM, THCTOIOrHYECKOe CTPOCHUE OBIIIO0 3YYEHO Y TPEX IK3EMILISPOB,
JUISL OJTHOTO OBbLIa CO3/1aHa TPEXMEPHAsi MOJIENb, YIBTPATOHKOE CTPOCHHE OBLIIO H3y4eHO ¢ moMotisio TEM
y JIBYX 3K3eMIUTSPOB). 3aKja/ika B OHTOIeHe3€e Oblila MPOCIIeKeHa B TAOOPAaTOPHBIX YCIOBUSIX OT MOSIBICHHS
KJIQJIKH JT0 BBUTYIUICHHUS TMUMHOK. Beero Obu1o MccnenoBano 18 TMUMHOK Ha pa3HbIX cTaausx pa3Butus (15
oco0eli Ha CBETOBOM YpPOBHE, 4 3K3eMILIsIpa ¢ moMoInbio COM, THCTOIOTHYECKOE CTPOSHUE IMYUHKH OBLIIO
U3yYEHO 0 TPEM CEpHSIM TOIYyTOHKUX CPE30B, TIO ABYM U3 KOTOPBIX OBUTH CO3/aHBI TPEXMEPHBIE MOJICIH,
YIIBTPATOHKOE CTPOSHHE Pay bl ObUIO H3YUYCHO Y OJHOM JIMYNHKH).

MeToabl ucciaegoBaHum

Ipusicuznennvle nadnooenus. CoOpaHHBIE KUBOTHBIE COAEPKAINUCH B J1a0OPATOPHBIX YCIOBHIX
JUIs IPWO>KU3HEHHBIX HaOmonenuit. [1pu rccnenoBanuy pa3BUTHS B JIAOOPATOPHBIX YCIOBHAX COJEPKAIN
TaKXe KyJIbTYphl JHYHHOK. [Iprku3HeHHBIE (oTOrpad)My MOJUTIOCKOB OBUIM CJAETaHBI C TIOMOIIBIO
crepeomukpockona Olympus SZ51 u Ttenedona iPhone 5C ¢ mpuctaBkoit k mMukpockomy iDu Optics
LabCam.

21



Iloozomoska neped ¢huxcayueri. Bce 3K3eMITISIPBI pacciiadiisuiy mepea GUKCarusIMid | JTFOOBIMU
Manunysuusva. s paccinabnenus ucnosnb3oBaiu pactBop MgClz, uzoronndeckuit MOpckoit Boae U
MPUTOTOBJICHHBIN HA TUCTUIIMPOBAHHOM Bojie. 1 pukcaum :KUBOTHBIX, obuTtatomux B bemom mope (24-
26%o), mobassutu 5.08 r MgCl2x6H20 na 100 mut. /115 5KHBOTHBIX, OOUTAIOIIUX B YCIOBHSIX OKCAHHMYCSCKOU
coneroctu (33-35%o), nemanu passegcHue mo o0bémy: Ha 1 momo MQCIl2x6H20 Gpamu 13 monei
JTUCTHUTUPOBAHHON BOJIbI. JKMBOTHBIX paccialiisuid MpU TEMIEpaType MPUBBIUHOTO MecTooOuTaHus. B
3aBUCHUMOCTH OT pa3Mepa U BOCIPUUMYHBOCTH KUBOTHOT'O paccialdieHne Morio 3auuMath ot 10-15 munayT
(Hammpumep, Bemurepsl) 10 3-4 4acoB (HEKOTOPBIC BUIBI FOJI0Ka0epHBIX MOJLUTIOCKOB). [Tocie paccinabnenus
KUBOTHBIX (DUKCHPOBAIIU B IBYX (PUKCATOpax: pacTBOpe IitoTapoBoro anbjaeruaa (I'A) (g rucronoruu u
3JICKTPOHHOM MHUKPOCKOINWHK) win pactBope mapadopmanpaeruna (IIDOA) (ana uzydeHUs ¢ MOMOIIBIO
KOH(OKaJIBHOT'O JIA3EPHOTO CKAHUPYIOLIETO MUKPOCKOTIIA).

Jnis u3ydenus ooueit Mmopdoaoruu OyKKaaIbHOro KOMIUIEKca 0ojiee KpYITHBIX )KUBOTHBIX TOJIOBHOM
KOHEII OT/ICISUTH OT BHCIIEPATLHOTO MEIIKa M HOTH M (PUKCUPOBAIIN OTIENBbHO. UTOOBI N3yUnTh CTPOCHUE
30HBI (DOPMHUPOBAHUS PALYJIbl, paccaabieHHBIX ocoOel BCKPBIBAIU C MOMOIIbIO TIJIa3HBIX HOXKHHIL, a
BBIJICTICHHBIE PAyJIbl C OKPY KAOIIUMHU TKaHAMU (UKCUPOBAIIU OTACIBHO. [t U3ydeHHs] METKUX BUIOB U
JMYUHOK 0COOU (PUKCUPOBAIIN IIEITUKOM.

H3yuenue enomounoz2o oopysicenus momanbHo. J|jisi MHOTUX BUJOB, OCOOCHHO ISl BBISIBJICHUS
[JIOTOYHOTO BOOPYKEHHS Ha JMUMHOUYHBIX CTaJMSX, M3TOTABIMBAIM TOTAJbHBIC NaBJICHBIE IpEraparsl,
KOTOpbI€ H3Yy4Yald 1O CBETOBBIM MHUKPOCKONMOM. YacTo HCIONb30Bald TEMHOE TMoje. OTH
npeBapUTebHbIE MAHUMYJISIIUU IOMOTATH TMOHSITh, HA KaKUX CTAAMSIX Pa3BUTHS U YACTAX MEPEIHETO
KOHIIa MOJUTIOCKA Ha/I0 c(hOKYCHPOBATH NANbHEHIIINE UCCIIeIOBAHNS.

Ouucmka 210MOYH020 B800PYIHCEHUL Om MsAeKux mkaneu. Jlius w3ydeHus: oOmieit mopdomorun
TJIOTOYHOTO BOOPYKEHUSI HEOOXOIUMO OYUCTHUTH TBEP/IBIEC DIEMEHTHI OT MATKUX TKaHel. [ljig aToro paayity
W/WJTH 9eII0CTh H30JUPOBAJIH U MIOMEIIANU B TU3UPYIOLTUI pacTBOp. B 0THOM BapraHTe 4acTH TIIOTOYHOTO
BOOPY)KECHHUSI C OKPYKAIOUIMMU TKAaHSIMH TOMEIIAIH B PAacTBOP OENW3HBI B JUCTHIUIMPOBAHHOW BOJIE
(mpumepno 1:10) npu KOMHATHOW TeMIlEpaType U OTCIEKUBAIN COCTOSIHHE PadyJiibl MO OUHOKYJISIPOM.
[Tocme ToOro Kak TKaHM pPACTBOPSUIUCH, paayly TIIATEIbHO TPOMBIBAIM HECKOIBKO pa3 B
JTMCTUJUTUPOBAHHOM Bojie. B ipyroM BapuaHTe TKaHU Momenaiy B pactBop npoternasbl K (lvanova et al.,
2006) na numsupytomiem Oydepe (pa3BegeHHE MPOBOIAMIOCH COTJIACHO IMPOTOKONY, MPHIOKEHHOMY K
npoTenHase) B Tepmoctart npu temieparype 60°C Ha Bpems ot 30 MuHyT 10 cyTok. [locne nHKyOanmu B
MPOTENHA3e PaayJibl TIIATEIHLHO OTMBIBAIM HECKOJBKO pa3 IMCTUILTUPOBAHHON BOI0M. BTOpoii mpoTokon

YIIOGHO HCIIOJIB30BAaTh JIA MCJIKHUX padyJl HCKPYIIHBIX MOJUIFOCKOB WUJIW JIMYHWHOK. O‘-II/IH_IGHHI:IC TBépIILIC
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AJIEMEHTHl TJIOTOYHOI'O BOOPY’)KEHUS MCCIEAOBAaIM C IOMOUIbI0 CKAaHUPYIOUIETO 3JIEKTPOHHOTO
MHUKPOCKOTIIa, JJIsl YeTO Pajaysibl MOHTHPOBAIHU HA CTOJIUKH.

Qukcayusn 2nomaposvim anvoecudom. DUKcalus TIOTAPOBBIM albIETUIOM HEOOXOoAMMa IS
u3yudeHus 1) BHemrHe MOpP(OJIOTUH U CPE30B C MOMOIIBIO0 CKAHUPYIOIIETO 3JIEKTPOHHOTO MHKPOCKOIIA
(COM); 2) rucToslorn4eckoro CTpOEHUsI Ha CBETOBOM YPOBHE; 3) yJIbTPATOHKOI'O CTPOEHUS C IMOMOIIBIO
TPAaHCMHUCCUOHHOTO AJEKTPOHHOTO MUKpockomna (TOM).

@uxcauuio npoBoauaH yamie Bcero Ha ¢ocpatHom (0.1 M PBS) nnu, pexe, Ha KakoAUIATHOM
Oydepe. s BUIOB, OOUTAIOIINX B YCIOBHIX OKCAHUYECKOW CONEHOCTH, UCIIOIB30BAN JOBeAEHHBIH ().2
M PBS, B kortopsiii qobasinsiin 0.8 r NaCl wa 50 mu (16.07 r/im). MarouHslii pacTBOp TIIFOTApOBOTO
anpaeruna (25 %) mosoaunu 6ydepom 110 2.5 %. Oukcarus Bcex KUBOTHBIX MTPOXOAMIIA B XOJIOIUIBHUKE
B TE€UYEHHUE JIBYX YacCOB CO CMEHOM (ukcaropa mnocie neporo uaca ¢ukcanuu. Ilocne ¢puxcauuu B I'A
JKUBOTHBIE OTMBIBAIHCH TpH pasza mo 30 MuHyT B Oydepe, Ha kotopom pazBoaunu ['A. [Toctdukcarmro
ocymiectBistIn 1 %-m pactBopom OSO4, KOTOPBIH U3roTaBIMBAIH U3 4 %-ro MyTEéM pa3BeleHus B 4 pasza
TeM ke Oydepom. [locTdukcanus npoxoausa B TEMHOTE NMPU KOMHATHOM Temmeparype B TedeHue 1-2
yacoB. [lociie ocmupoBanusi 00pa3nbl OTMBIBAIH TpU pas3a mo 25-30 muHyT B Oydepe U mpoOBOAUIU IO
BOCXOAALIEMY psay 3TwiIoBbIX cnupToB (10 % — 30 % — 50 % — 70 %) no 20 MUHYT IpU KOMHATHOMH
temriepatype. O6pasiibl, noBeaéunbie 10 70 %-HOro sTaHoIa, JAbIIIE WU Cpa3y TOTOBMIIM IS 3aJTUBKHU B
CMOJTY WJIM OCTaBJISLIN JTsI McclieJoBaHUi ¢ moMoIbio COM. Uacth 00pa3IioB XpaHUIach HEKOTOPOE BpeMst
B XOJIOJMJIbHUKE.

Hccneoosanus ¢ nomowppio COM. TloaroroBka k COM 3akitoyaercss B MPOBOJAKE 00pas3loOB MO
BOCXO/IAIIEMY psy criupToB 1o arerona (70 % — 85 % — 96 % — 96 % — 96 % : aneron (3:1) — 96 %
: anetoH (1:1) — 96 % : aneton (1:3) — aneton (100 %) — anerton (100 %)) mo 25 MUHYT B KaKI0MH
xuakocTu. Jlanee ocoOu BHICYIIMBAIN METOIOM KPUTHUECKON TOUKH, pa3Mellaii Ha MPEeIMETHOM CTOIHKE
U TIOCJIe HAIBUICHUS MIATHHO-TAJIIAJUEBBIM WM 30JI0TO-MEIHBIM CIIJIABOM U3ydaiu ¢ nmomoisio COM B
pecypcHoMm 1ieatpe MI'Y u BEC MI'Y (tabnuna 3, mpruiioskeHre K 3TOH TiiaBe).

Hccneoosanus eucmonoauu u ynempamonko2o cmpoenus ¢ nomowpio TEM. ]JInst n3rotoBieHus
MOJIYTOHKHUX THCTOJIOTHYECKHUX CPe30B (1 MKM TOJIIMHON) U yIBTPATOHKHX cpe3oB (70-80 HM TOIITUHOI)
MaTepuan nocie (UKcaluy 3ajduBad B cMoiy. Mcmonp30Banock HECKONBKO pa3HbIX cMoi: Epon 812,
SPURR, Araldit. [{ns 3anuBku B 610ku Matepuai nocie 70 %-Horo crupTa MpoBOIUIIN TaK e, KaK U JIJIs
COM, no BocxoAsIIeMy psily COUPTOB J0 alleTOHA, a 3aTeM NEepPeKIIabIBalii B CMECh alleTOHA U CMOJIbI B
npornopiusax 3:1 — 1:1 — 1:3 — yucras cmona — yucras cMona. B kaxmoit cMecu ¢ alleToHOM MaTepuan

nepxanu okosno 10-24 yacoB Ha opOUTATIBLHOM IIEHKepe MPU KOMHATHOU Temreparype. B nepBoit uncroii
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CMOJIE B OTKpBITON mpoOupke B Tepmoctate — mnpu 37°C B Teuenue 12-24 gacon. Ilomumepusamms
npoucxoauia npu remmneparype 60°C B reuenue 12-24 gacos.

Cepun MOTYTOHKUX U YIBTPATOHKUX CPE30B HM3TOTABIMBAIM C HCIOJIH30BAHUEM MHKPOTOMOB
DUPONT MT-5000, Leica EM UC6, Leica EM UC7 ¢ momomisio anmazHoro Hoxka (Diatome, Jumbo).

[TomyToHkMEe cpe3bl ObLIN OKpatieHbl 1 %-M TOJyuIuHOBBIM CHHUM U 1 %-M METHUIICHOBBIM CHHUM
Ha 1 %-oit Oype. ['mcromornueckue cpesbl HM3ydalld C TOMOIIBbIO CBETOBBIX MHKPOCKOIOB, CEpPHH
MIOJIyTOHKHX cpe30B (poTorpadupoBaiiu ¢ moMolieko ciaia-ckanepa Olympus BS 61 VS.

VYnpTparoHkHe cpes3bl ObuM OKpameHbl 4 %-M ypaHwiaueratoM B TeueHue 40 MUHYT NpH
temneparype 37°C. [locne OTMBIBKM AMCTUIUIATOM JAalibHeliiee KoHTpacTupoBaHue 0.4 %-M nurparom
CBUHIIA MPOXOJIWJIO B TeMHOTe B TeueHue 7-9 munyT. Ilocie koHTpacTUpoBaHUS cpe3bl OTMBIBATH U
BBICYIIIMBAJIA HA BO3/yX€ P KOMHATHOM TemIieparype. Y IbTpaTOHKOE CTPOEHUE ObLIO H3YyUYEHO C HOMOIIb
TOM B pecypcaom nearpe MI'Y u B UHcTtuTyTe BHyTpeHHUX BoA uM. M. /1. Ilananuna.

Ilocmpoenue mpéxmeprnvix mooeneti memooom 3D-pexoncmpykyuu. TpEXMepHBIE PEKOHCTPYKIIUN
[0 CEpUSM T'MCTOJIOTMYECKUX CPE30B HEOOXOIMMBI Ui TOHUMaHUs TONorpaguu BHYyTPEHHUX OPraHoB, a
TaKXKe€ OpPUEHTALUHU YJIbTPATOHKUX CPE30B, KOTOpBIE JENAI0TCA C pas3HbIX MecT obpasua. [IpuHuummns
HIOCTPOCHHH TPEXMEPHON MOJIENH B3AThI U3 paboThl PyTenmraitnepa n Xecca (Ruthensteiner, Hel3, 2008).
[Tocre omudpoBKH ceprr CPE30B C OMPEICTEHHBIM IIATOM (7151 KPYITHBIX 0COOEH 3TOT IIar MOT COCTABIISITh
4-5 MKM, 119 THYUHOK — 1 MKM) cTeK cpe3oB BeipaBHUBaIU B mporpamme AMIRA 5.2.2. Tloctpoenue
TpEXMEPHOU MOJIEH TPOBOAMIN B mporpamme Imaris 7.0.0, rae 3amaBasics miar mo ocu Z MeX/Iy Cpe3aMH.
PekoHCTpYKIMIO pa3HBIX OPraHOB MPOBOAMIN MYTEM 0OBENCHHS HYXHBIX CTPYKTYP B Pa3HBIX KOHTYpax.
Jist WIDTFOCTpanyy CTPOSHUS ¢ Mojienel genanu GpoTorpaduu B pa3HbIX paKypcax.

Hccneoosanus ¢ nomowwro KJICM. JIns usyuyeHus: MOp(oioruu ¢ MOMOIIBI0 KOH(POKAIBHOTO
Ja3epHOT0 CKaHUPYIOIIET0 MUKpPOCKoma Matepualn gukcupoBaiu B 4 %-M nmapadopmanbaeruae Ha 0.1 M
¢dochatHOM Oydepe B XOTOAUIBHUKE B TEUEHUH 2-6 4acOB CO CMEHOM (hukcaTopa mocje OJHOro Jaca B
nepBoM pactBope. [locne ¢pukcanmum MaTepuan OTMBIBAJIM TPHU pasa 1mo 25 MUHYT TeM xe Oydepom. beum
UCCJIEIOBaHbl padyJIsipHbIE MELIKH MOJI0BO3PENbIX 0CO0EH Ha JTOKAIU3AIMIO 30HbI TPOIU(EPALINH, a TAKKE
JUYMHKH Ha Pa3HBIX CTATUSIX.

Oxpacka (opMUpyroIIeics: pasyibl Kak MOJI0BO3PEIbIX 0c00eH, TaK M JIMYUHOK OCYILECTBIISIACH
pOCThIM (ITyOpECIIEHTHBIM KpacuTeiaeMm Ha kaabkoduoopyait (CalcofluorWhite, Fluorescent Brightener
28, Sigma F3543) (Connors et al., 2012; Hickey et al., 2004), KOTOpBIi OKpAIIUBAET CIIOKHBIC
MoJIMcaxapuibl, B TOM YHCIE HEMOJIMMEpPU30BAaHHBIM XUTHH. brarogaps 3TOMy OKpalIMBaHHUIO CTallo

BO3MOJXHO BIICPBBLIC 06Hapy)KI/ITB CaMbIC MCJIKUC JIMYUHOYHBIC paayJibl, KOTOPLIC HC BUJHLI B CBETOBOM
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MuKpockor. [TapaiienbHo ¢ 3THM Bceria MPOMCXOAMIO OKpPAIUBAHUE SACP MPOMHUINYM HOIUIOM, YTO
JIaBaJI0 BO3MOYKHOCTD TIOHSITh PACIIOJIOKEHHUE OKPYIKAOIINX TKAaHEH.

Jlns u3ydeHus 30H MHTO3a MOCie (UKCAMH U OTMBIBKH PAyJIIPHBIE MEIIKH BBIICPKHUBAIA B
onokupytomem pactBope (1 % BSA, 0.1 % cold fish skin gelatin, 1 % Triton X100, 0.05 % sodium azide,
0.1 M PBS) B reuenne 6 gacos. [Tociie 3Toro paaysipHbie MEIIKA HHKYOHPOBAJIH B IIEPBUYHBIX aHTHUTEIAX
(anti-phospho[Ser10]-histone3, 1:1000, Sigma-Aldrich) B teuenne 12 uvacoB npu 4°C U MOCTOSHHOM
nomemuBanuy. [lociie mpomMbIBaHHS OIOKHUPYIOIIUM pacTBOPOM (3 pas3a B TedeHue 12 4acoB) parysisipHbIe
MEIIKK MHKyOupoBaiu BO BropuyHbIX aHTuTenax (Donkey-Anti-Rabbit [Alexa 647], 1:1000, Thermo
Fisher Scientific) eme 12 yacos npu 4°C. Ilocne yero pamayiasipHble MEIIKH MPOMbBIBAIN OJOKHUPYIOLUIUM
pacTBOpoM (TpH pas3a B TeueHue 6 gacoB), a 3aTeM okpammuBanu CalcofluorWhite u mponuauym ioaumom
(1 % matounslii pactBop, 1:1000, Sigma) B 0.1 M PBS B Teuenue 1 waca npu 4°C Ha opOHUTaIbHOM
mieiikepe. Ilocne Bcex MOKPAacoK paysisipHbIC MEIIKH CHOBA TPHKIBI MPOMBIBAIU U TOMEIIATH MEXKITY
JIBYMsI TIPEIMETHBIMH CTEKJIaMU B rimiepune. [IpenapaTsl aHATM3UPOBAIN C TOMOIIBIO KOH(POKAILHOTO
nazepHoro ckanupytomero mukpockona (Nikon Al) ¢ ucnosb30BaHUEM J1a3€pPOB C JUIMHOW BOJHBI 405 HM
ans CalcofluorWhite, 561 um s nponuauym Hoauna u 638 um st anTU-Pocdo(Serl0)-ructon3.

[Mony4dennsie crekun ananusupoBaiu B mporpamme Nikon Nis Elements Imaris 7.0.0. u caumanu
HeoOxoauMbIe poTorpaduu st WILTFOCTPALUHE 30HBI MUTOTHYECKHX JefieHni. [1oroToBKa HiLTIOCTpannit

ocyiecTBisiIack B mporpamMax Adobe Photoshop u Adobe Illustrator.
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IIpuno:xenue K riaase 2. Matepuaa u MeTOAbI
Ta6auna 1. Criucox nzydeHusix BuAoB (31 BuaoB). Homepamu co 3Be310ukoii (11 BUAOB) OTMEUEHBI BUBI,

y KOTOPBIX OBIJIO U3yU€HO Pa3BHUTHE.

g BH/JL CeMelI;I/CTBO ceMeicTBOo HajJACeMeHCTBO oTpsaa
PATELLOGASTROPODA
1* | Testudinalia testudinalis (O. Lottiidae Lottioidea
F. Miiller, 1776)
2 Nipponacmea moskalevi
Chernyshev & Chernova,
2002
3 Lottia kogamogai Sasaki &
Okutani, 1994
4 Lottia versicolor (Moskalev
in Golikov & Scarlato,
1967)
5 Erginus sybariticus(Dall,
1871)
6 Lepeta caeca (O. F. Miiller, Lepetidae
1776)

7 Cryptobranchia kuragiensis
(Yokoyama, 1920)

8 Limalepeta lima Dall, 1918

VETIGASTROPODA

9 Puncturella noachina Fissurellidae Fissurelloidea Lepetellida
(Linnaeus, 1771)
10* | Margarites helicinus Margaritidae Trochoidea Trochida

(Phipps, 1774)

NERITIMORPHA

11 | Nerita litterata Gmelin, Neritidae Neritoidea Cycloneritida
1791
CAENOGASTROPODA
12* | Littorina littorea (Linnaeus, | Littorininae | Littorinidae Littorinoidea Littorinimorpha
1758)

13 | Littorina obtusata
(Linnaeus, 1758)

14 | Lacuna vincta Montagu, Lacuninae
1803

15* | Lacuna pallidula Gould,
1840

16 | Skeneopsis planorbis (O. Skeneopsidae
Fabricius, 1780)

17 | Peringia ulvae (Pennant, Hydrobiinae | Hydrobiidae Truncatelloidea
1777)

18* | Velutina velutina (O. F. Velutininae | Velutinidae Velutinoidea
Miiller, 1776)

19* | Admete viridula (Fabricius, | Admetinae Cancellariidae Volutoidea Neogastropoda
1780)
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20* | Buccinum undatum Buccininae | Buccinidae Buccinoidea
Linnaeus, 1758
21 | Conus pulicarius Hwass in Conidae Conoidea
Bruguiere, 1792
22 | Clavus maestratii Kilburn, Drilliidae
Fedosov & Kantor, 2014
23 | Lophiotoma acuta (Perry, Turridae
1811)
HETEROBRANCHIA
24 | Coryphella verrucosa (M. Flabellinidae Fionoidea Nudibranchia
Sars, 1829)
25* | Eubranchus rupium (Meller, Eubranchidae
1842)
26 | Dendronotus frondosus Dendronotidae Dendronotoidea
(Ascanius, 1774)
27 | Vayssierea elegans (Baba, Okadaiidae Doridoidei
1930)
28 | Cadlina laevis (Linnaeus, Cadlinidae Chromodoridoidea
1767)
29* | Clione limacina (Phipps, Clionidae Pteropoda
1774)
30* | Limacina helicina (Phipps, Limacinidae
1774)
31* | Limapontia senestra Limapontiidae Plakobranchoidea Sacoglossa
(Quatrefages, 1844)

Ta6auna 2. Coucok HCCIeIOBAaHHBIX BHJIOB C yKa3aHHEM KOJIMYECTBA M3YUEHHBIX OCOOEH pa3HbIMHU

MCTOOdaMU. 3}:[ MOACIIN PEKOHCTPYUPOBAJIN II0 THCTOJIOTMYCCKHM IIOJYTOHKHM CpE€3aM, HU3YUCHUC

YJIBTPATOHKOI'O CTPOCHUA TPOBOAUIIN C YIKE CACITAaHHBIX CCprI, MMO3TOMY KOJIMICCTBO OCO6CI>1, 10 KOTOPBIM

ObLIU CACIaHbl MOJCIN U YJBTPATOHKUC CPE3bl, HC YUUTBIBAJIW IpPU IMOACUCTC 06HI€FO KOJIMYECTBA

n3y4deHHbIX ocobeit. COM — ckanupyrowas snexkmponnas mukpockonus, 31 — nocmpoenue mpexmepnuix

Mmooeneil no cepusim noarymoukux cpezos, TEM — mpancmuccuonnas snexkmpornnas muxpockonust, KICM

- KOH¢0KCZJZbHa}Z JAA3epHasl CKARUPYrwas MUKPpOCKONUAL.

i~ BHI "“ﬁf:g:;“” i‘(’)‘;;‘;l‘:;’; COM | rucronorus | 3J1 | TEM | KJICM
Testudinalia
1 | testudinalis
JTAYUHKA 195 15 130 5 1 3 45
B3pOCIbIC 30 7 12 6 4 4 5
2-8 | Patellogastropoda diff. 35 - 35 - - - -
9 | Puncturella noachina 40 5 17 7 5 4 11
10 | Margarites helicinus
JTAYUHKA 78 15 30 5 3 3 28
B3pOCITBIC 45 5 32 5 1 2 3
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11 | Nerita litterata 4 - 2 2 2 2 -
12 | Littorina littorea

JTIMYUHKA 7 5 - 2 2 - -
13 | Littorina obtusata 7 4 - - - - 3
14 | Lacuna vincta 5 2 - - - - 3
15 | Lacuna pallidula

JINYMHKA 154 10 129 5 3 3 10

B3pOCITBIC 25 5 6 5 2 2 9
16 | Skeneopsis planorbis 12 3 4 1 1 - 4
17 | Peringia ulvae 6 3 - - - - 3
18 | Velutina velutina

JTAYUHKU 7 5 - 2 1 - -

B3POCIBIC 5 1 3 1 - - -
19 | Admete viridula

JTIMYUHKU 28 7 12 5 4 4

B3pOCIIBIC 5 2 3 - - - -
20 | Buccinum undatum

JTAYAHKA 9 3 3 3 1 - -

B3pOCIIBIE 9 2 3 2 - - 2
21 | Conus pulicarius 6 - 3 3 1 2 -
22 | Clavus maestratii 6 - 2 4 1 2 -
23 | Lophiotoma acuta 10 - 6 4 1 2 -
24 | Coryphella verrucosa 7 2 3 2 1 2 -
25 | Eubranchus rupium

JTAYAHKA 15 5 - - - - 10

B3pOCIBIC 6 2 2 2 1 2 -
26 | Dendronotus frondosus 5 2 2 1 1 1 -
27 | Vayssierea elegans 4 - 2 2 1 1 -
28 | Cadlina laevis 11 2 7 2 1 2 -
29 | Clione limacina

JTAYUHKA 7 2 2 1 1 1 2

B3pOCITBIC 17 3 5 6 2 4 3
30 | Limacina helicina

JTIMYUHKU 6 5 - 1 1 - -

B3pOCJIbIE 8 - 7 1 - -
31 | Limapontia senestra

JTAYAHKA 18 15 - 3 1 -

B3POCIIBIC 17 10 4 3 2 -

BCEI'O: 849 147 466 91 45 | 45 145
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Ta6auna 3. [TpuOopk!l 1 IPOTrPAMMEI, HCITOJIB3YEMBIC B HCCIICTOBAHUSX.

Ha3BaHUe COKpa- Moenb NMPOM3BOIUTENH Ha3Ha4YeHHe
HIeHHE
CaeTtoBoii Olympus Sz51 Nikon, fInonus | [IpwKku3HEHHBIC
CTEePEeOMHKPOCKOI HaOIIOICHUS,
BCKPBITHS
CaeTtoBoii Leica DM 2500 Leica, 'epmanus | M3ydeHue MOy TOHKHX
MMKPOCKOI cpe3oB, poTorpaduu
Nikon eclipse C Nikon, SImonuss | CPC30B
200
Caaiia-ckaHHep Olympus BS 61 Nikon, SImouuss | doTo cepwmii
VS II0JIyTOHKHX CPE30B
Cranupywommi JSM - 6380 L JEOL, CIIIA
JIeKTPOHHBII Jsm 7000 JEOL, CIIIA
MHKpOCKOI CamScan S2 Scientific 5
CoM Company, Aurimas N3zydenue obmieit
Hitachi S405A | Hitachi, Stromms | " OP PO
TpancMuccuoHHBII JEM 1011 JEOL, Anonus
3JIeKTPOHHBIH JEM 100B JEOL. Simonns N3yuenue
MMKPOKOI TOM YJIBTPATOHKOIO
JEM 1400 Flash JEOL, Anonus cTpocHus
Kongokaabublii Nikon Al Nikon, flmonuss | M3yuenue npenapaToB
JIa3epHBIi KJICM c
CKAHHMPYIOLIHI UMYHOIIUTOXUMHUYECKO
MHKPOKOII 1 OKpackom
Iporpammsl Nikon Nis Nikon, SImonus | AHaau3 CTEKOB,
Elements nonydeHHbIX Ha KJIICM
AMIRA 5.2.2 Amira Visaging | BeipaBHHBaHUE
GmbH, I'epmanus | gpoTorpaduii
HOJIyTOHKUX CPE30B
Imaris 7.0.0 BitplaneAG, TpexmepHoe
Zurich, MOJICIIUPOBAHHE,
[IBennapus aHaJlu3 CTEKOB,

noxydeHHbIX Ha KJICM
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3. OCHOBHASA YACTbH

XapakTtepucTuka kijaacca Gastropoda
GaStrOpOda — caMbll MHOTOYMCICHHBIM KJacc MOJIJIFOCKOB, OTHH‘IaIOH.[HﬁCfI BBICOKHUM

MOP(OJIOTHUECKUM pazHO0Opa3ueM, M03TOMY TAKCOHOMUS TPYIIIBI HE pa3 moBepraiach nepecMorpy. o
cepenuabl XIX Beka OCHOBHBIMH TaKCOHOMHUYECKMMH TPU3HAKAMH CIYKIJIM OCOOCHHOCTH CTPOCHHUS
TBEPABIX CTPYKTYP, TAKUX KaK paKOBHUHA, OMEPKYIyM, paayna u uentocT. C cepenunnl XX cronerus Obuin
pa3paboTaHbl JBe OMOJIOTHYECKHE KJIACCH(UKALNU, KOTOPble OCHOBBIBAINCH HA CTPOCHUU JIMIIL OJHOU
CHCTEMBI OPT'aHOB.

Onny, Gonee paHHIOI, HO MEHEE PacIpOCTpaHEHHYIO, Kiaccupukaiuio npennoxui CreHrenb
(Spengel, 1881), koTopslii pa3aessi raCTpoOIIo 1 Ha OCHOBAaHHH CTPOCHHS HEPBHOM CHCTEMBI Ha IBE TPYIIIIbI:
Streptoneura u Euthyneura. IlepBas rpynmna oTJin4aeTcsi XMaCTOHEBPHEH, OJHUM M3 CIEICTBHI TOPCHUOHA,
4YTO XapaKTepHO IS TpeAcTaBUTeNiel mepenHekadepubix ractporoxa (Prosobranchia). Euthyneura
oobemunsier Opisthobranchia u Pulmonata u xapakrepu3syercsi HeHTpaiu3alMeidl HEPBHOM CHCTEMBI U
HCUE3HOBCHHEM XHACTOHEeBpHH Beienactsue aeropcun (Bieler, 1992; Ponder, Lindberg, 1997). JIpyras,
HaubOosiee MOMyJspHAas W JOMUHHUpYIOLIas Ha MpoTshkeHMH Bcero XX Beka, kiaccudukanus ObLia
npeanoxena Tune (Thiele, 1925) u ocHoBana Ha Mopdonorun opraHoB asixanust. Tune (1925) pazgenun
OpIOXOHOTHX MOJUIIOCKOB Ha Tpu mojkiacca: Prosobranchia, Opisthobranchia u Pulmonata. IMoakmacc
Prosobranchia, wmun nepeanexabepubie (0koa0 43 % HbIHE JKUBYIIMX BHIOB), XapaKTePH3YyeTCs
MOJIO’)KEHWEM KTEHUIMEB HaJ TOJIOBOM B MAaHTUWHOM MOJOCTH, TO €CTh BKIIOYAET BUABI C MOJIHBIM
TopcuoHoM. IlepenHexkabepHble MOJUTFOCKH ObUIM pasfeneHbl Ha Tpu rpymmsl: Archaeogastropoda,
Mesogastropoda u Stenoglossa (mo3anee HasBanubie Neogastropoda). Opisthobranchia, wu
3aHexkabepHble MOJUTIOCKU (0K0J0 4% BHIOB), XapaKTepU3YIOTCS PEIyKIUel pakoBUHBI (a2 3HAYUT, U
MaHTHITHBIM KOMIUIEKCOM OPTaHOB), YACTHYHOM WM MOJHOM IeTOpCUEH U CMEIlIeHHeM KTeHUTUEB OJInKe
K 3amHeMmy KoHmy tema. Jns Pulmonata, wmm nérounsix mommockoB (53% BHAOB), XapaKTEpPHO
npeoOpa3oBaHUEe MAHTUU B CHEIHMAIM3UPOBAHHBIA OpraH AbIXaHUs — <«J1€rkoe». [TompoOHbie 0030pHI
HUCTOPHUU TAKCOHOMHUHU M (DUIIOTEHHH OPIOXOHOTHX MOJLIFOCKOB MOKHO Haiitw y bumepa (Bieler, 1992), a
takke y Ilommepa u Jlumambepra (Ponder, Lindberg, 1997). Kparkoe wusnoxkeHnue KiaacCu(UKAIIUH
racTporoJ, a TakXKe CIMCKU BUIOB OMyOJMKOBaHHBI 1MoJ pykoBoacTtBoM bymre (Bouchet, Rocroi, 2005;
Bouchet et al., 2017).

Emé B xonme XIX Beka, BO BpeMsi rocro/icTBa CUCTEMATHKH THITH, MaJlaKoJIOTH yKa3bIBajl Ha
HECOOTBETCTBHE psAAa MOP(OIOrHYeCKHX MPHU3HAKOB pasaenacHuio Ha Prosobranchia, Opisthobranchia u
Pulmonata. Hakomnenune MOpQOIOTMYECKUX NAaHHBIX IPHBEIO K MEPECMOTPY IPHBBIYHON CHUCTEMBI

TaCTpoOIIoa. Crano IOHATHO, YTO OAHOI'0 IMPU3HAKA HCAOCTATOYHO AJIA pasACJICHUA Ha KPYIIHBIC TAKCOHBI.
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OnHOI W3 MEepBBIX KPYMHBIX padOT, MOCBAMIEHHBIX aHAIHM3Y KOMILIEKCa MOPQOJOTHUECKUX MPU3HAKOB
ractpomnoJ, craia pabora 'onmukosa u Crapoborarosa (Golikov, Starobogatov, 1975). Cucrema, KOTOPYyIO
OPEeUIOKWIN aBTOPBI, HE MPWKHWIACh, HO HX pabdoTa cTaja IMOBOPOTHOW, YTO CIOCOOCTBOBAJIO
(opMHPOBAHUIO HOBOM (hMIIOreHUH racTponof. Psa aBTopoB mpencTaBUiIN MOAPOOHBIN KIIaJAUCTHUECKUI
aHaJM3 MOP(OIOTHYECKUX TPU3HAKOB, KOTOPBI OMpEAeII COBPEMEHHBIE TPAHUIIBI KPYITHBIX TAKCOHOB
ractponog (Munnues, Ctapoboratos, 1979; Haszprunar, 1988; Ponder, Lindberg, 1997; Salvini-Plawen,
1996; Salvini-Plawen, Steiner, 2014).

Ha ocnoBe rpymnmbsl Mopdoornyeckux Npru3HAKOB, TAKMX KaK CTPOCHUE PAKOBUHBI, HApyIIECHHUE
CUMMETPHH MAaHTHHHOTO U PEHO-TIEPUKAPAUATHHOTO KOMILJIEKCOB, CTPOCHUE HEPBHOW U TIOJIOBOM CHUCTEM,
THIT Pa3BUTHS, @ TAK)KE HA OCHOBE MOJICKYJIIPHBIX JaHHbBIX Kiacc Gastropoda aesmurest Ha IsITh MOIKIacCOB.
Tpu noaxmacca (Patellogastropoda, Vetigastropoda, Neritimorpha) B crapoii cucreme mnpencTaBIsitOT
rpymmny Archaeogastropoda u3s nepeanexabepHbIX, a OOJbIIIAs 4YaCTh ME30IaCTPOIIO] M HEOTaCTPOIIO bl U3
nepeanexadepHbIX cocTaBisiioT moakiacc Caenogastropoda. HaoGopor, aBa ObIBIIMX TOJKIacca —
3ajiHe)Ka0epHbIe W JIETOYHbIC — TEMepb COCTaBJIAIOT mojkiacc Heterobranchia, kyma wactuyno Bomutn

Takke me3oractpomnosl (Pucynok 3.0.1).

/ Patellogastropoda

Archa -

— Opistobranchia M
Heterobranchia ——

L Pulmonata — —=

Pucynok 3.0.1. CxemaTtnueckoe oTobpakeHHe MakpOo(pUIOreHEeTUYECKUX B3aUMOOTHOILIEHHUI B Kjacce
Gastropoda. CieBa — cucrema 10 90-X TOTOB, CIipaBa — COBpEMEHHast cucTeMa, (PUI0reHeTHIECKOE IEPEBO
MOCTPOCHO Ha OCHOBaHHMHU MOJIeKYJIsipHBIX naHHbIX (Uribe et al., 2022).

MoHOoGWIHS ITHX MATH TOIKIACCOB HA TaHHBI MOMEHT HE BBI3BIBACT COMHEHUS, B TO BPEMs KaKk
B3aMMOOTHOIICHHUST MEXKAy TpyNIaMd emé He YCTOSIUCh OKOHYaTedbHO. COrNIaCHO MOJCKYIISPHBIM
JIAHHBIM €CTh JIBE BEPCHHU: IO OJHOW MATEIOracTpOINO/bl SBISIOTC OasanbHO# rpynmoit (Uribe et al.,

2022) mo OTHONICHHWIO K APYTHM TacTpOIojaM, 1Mo JAPYTrod MaTeUIOracTPONOAbl U BETHUTAaCTPOIIOIbI —
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CECTPUHCKHE TPYIIIBI 10 OTHOIICHHIO K OCTAIBHBIM OproxoHoruM moutrockaMm (Cunha, Giribet, 2019). Ipu
sToMm B3aumootHorenust Neritimorpha, Caenogastropoda u Heterobranchia B o6eunx Bepcusix coBmaaaror.
Cmpoenue nuuyedodvi6amenbHo20 annapama

Crpoennio nuIie00bIBaTEILHOM CHUCTEMBI TacTPOIOJ TMOCBAIIEHO MHOXECTBO pabor (Fretter,
Graham, 1962; Ponder, Lindberg, 2021; Salvini-Plawen 1981, 1988). IlumieBapuTenbHas cucremMa Bcex
MOJUIIOCKOB HAUMHAETCS POTOBBIM OTBEPCTHUEM, PACIIOJIOKEHHBIM AHTEPOBEHTPAIBHO U OKPYKEHHBIM
rybamu. PoT nepexoauT B pOTOBYIO IOJIOCTh, KOTOpPAasi MOKET MPeoOpPa3oBbIBATHCS B POTOBYIO TPYOKy U
BeAET B OYKKaJIbHYIO IIOJIOCTb, I/I€ pacnojaracTcs MUIeA00bIBaTeIbHBIN anmnapar, COCTOSIINUN U3 pagyibl

u yemocteit (Pucynok 3.0.2).

Pucynok 3.0.2. CxeMa caruTTaJbHOTO
cpe3a dYepe3 OYKKaJIbHBIH KOMILIEKC.
O6o3navenns: bc — OykkanabpHas MoIOCTb,
bp — OykkampHBIE TPOTPAKTOPHI, CI —
Xpsamy  ogoHTOdopa, Oz —  30Ha
nerpamanuu paaynsl, f — Hora, fZ — 30Ha
dbopmupoBanusi 3y00B, | — 4enmocTh, It —

JaTepaibHbBId 3y0, M — poTr, MC -
MaHTUHHAs MOJOCTh, Maz — 30Ha
co3peBaHuss 3y0oB, mMiZ — 30Ha
MuHepanu3anuu, Mth — 30Ha 3penbix

3y00B, O€ — MuIleBo 1, Ol — BHemHue Tyobl,
rr — peTpakTop pamayybl, WZ — pabouuit
Kpai paayJsl.

ol

Panynspueiii anmapat sSBIsIeTCS OCHOBHBIM IMHUIIEOOBIBATEILHBIM OPTaHOM MOJUTIOCKOB, KpOME
Bivalvia u abeppanTHbIx HOpM ¢ BBICOKOW CrCIU(PUKAIUCH MUTAHHS, IEPEHISANINX K Mapa3suTH3My WIH
coCylieMy TuIy muIineaoO0bBaHus. PagynspHbId ammapar COCTOMT W3 pamyisl W oJoHTOdopa —
NOJJICPKUBAIOIIET0 OpraHa, BKJIIOYAIOIIETO Y OONBIIMHCTBA TacTPOINOJ XPSIIECHOAOOHBIE OIOPHBIC
CTPYKTYpHl H MycKkynarypy (Pucynok 3.0.2) (Katsuno, Sasaki, 2008). Xpsiuy, kak mpaBHiIO, COCTOAT H3
BaKyOJHM3HUPOBAHHBIX KJIETOK, KOTOPBIE MOTYT MPEOOpPa30BBIBATHECS B MBIIICYHBIE BAJIMKU B TOJKIACCE
Heterobranchia. Pagyna npencrasisier co00if XUTHHOBYIO JICHTY (paay isipHYI0 MeMOpaHy), K KOTOpPO
HPUKpPEIUIEHBI 3yObl, OpraHN30BaHHBIE B MPOJOJIbHBIC M IMONEpeYHbIe psabl. [1oMHBIN monepeyHslil psn
COCTOUT W3 TPEX THUIOB 3yOOB: LEHTPAIbHBIA (WIM paxuJalbHBIA) 3y0 pacmoiaraercs Mo LEHTPY,

JaTepaJIbHBIC — I10 0okaM OT HCHTPAJIBbHOI'0, MAPruHAJIbHBIC 3y6I)I — KpacCBbIC, OHU pacCliojiararoTcsd Imo
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KaM T T pHEIX. Ilpu
cTepeornoccHoe CoctoAaHne Goxa 0 jlarepain p

N OMHMCAaHUU pamyibl 4acTo

\ UCTIONB3YIOT bopmyy

/ \ NXM.L.R.LM, tme N — 5310

o

pagynsapHbIil MELoK

\ KOJIMYCCTBO IIONCPCUYHBIX PSAI0B B

N aangas 154 panyne, R — nenrpanbHbIii 3y6, M
= pagynapHas

membpaHa — KOJIMYECTBO MAapruHaJIbHBIX

3y0oB, L —  konmuecTBo

natepanbHbIX  3yO0oB.  OOwias
Mopdoorust  pamysibl  CIYXKUT
- g
Ba)XHBIM TaKCOHOMHYECKUM
/ IPU3HAKOM, IIO3TOMY HU3ydYcHa
\ XPALLM

oueHbr Xxopomo. B mmreparype
ofoHTOhopa p patyp

i kpait

pabo4un

CyIHeCTByeT 60J‘II>IH6 TpUAIATH

Pat6|loga8trop0da IIATHU TepMI/IHOB, 0603Haqa}01u14x
Heterobranchia

paszHble Tunel paayn (MunHuues,

. CrapoboraTos, 1979;
Pucynok 3.0.3. CxemaTudeckoe H300pakeHUE CTEPEOTIIOCCHOU W

(bIIEKCUTTIOCCHOTO COCTOSIHUH pajIyIbl. CrapoGoratos, 1990a,  19900;
Gray, 1853; Troschel, 1856 — 1863;

Morch, 1865; MacDonald, 1869; Ponder, Lindberg, 1997; Sars, 1878; Salwini-Plawen,1988). Takoe
u300MIMe TEPMUHOB BBI3BAHO TEM, YTO pa3HbIE aBTOPHI Opali pasHble KPUTEPHH TPU €€ ONHCAHWH,
HarpuMep, KOJMYECTBO 3yO0B, UX IOJABIHKHOCTh, CTETICHb CKPYYSHHOCTH PATYJIbl B PAIYISIPHOM MEIIKE U
T. II., YTO ¥ NIPUBEJIO K BOBHUKHOBEHUIO CHHOHHMOB.

Bo1iensioT 1Ba OCHOBHBIX THIIA PaJLyJIbl: CTEPEOTTIOCCHBIN U (PIIEKCUTIIOCCHBIN, KOTOPbIE OTPAXKAIOT
CBEPHYTOCTD pajyJibl B paAyIIpHOM MEIIKe U Ha paboyeM kpae. Eciu pajgyna B monepeyHoM CEYeHUN —
0€3 POIOJIBHBIX CTHOOB KaK B paIyJIIPHOM MEIIKe, TaK U Ha pabodeM Kpae, TO TOBOPSIT O CTEPEOTIOCCHOM
COCTOSIHUM panynbl. Ecnu panyna B Melke cBOpauMBaeTcs B MPOAOIbHOM HAIPaBICHHUM, a Ha pabouem
Kpae pa3BOpayMBAETCs, TO TOBOPAT O (IIEKCUIVIOCCHOM cocTossHuM panyisl (Pucynok 3.0.3). Ilepsoe
COCTOSIHME XapaKTepHO TONbKO Jutst pamyiel Patellogastropoda, Bce ocrambHble racTpoIoibl HMEIOT
(IIeKCUTIIOCCHBIE PAIyJbl, OCHOBHBIMH THITAMH KOTOPBIX SIBJISIFOTCS PUITUAOTIOCCHAS] W TEHUOTJIOCCHAS
(Pucynok 3.0.4). Onucanue pa3HbIX TUIOB palxys npuBeieHo B Tabmune 3.0.1 B mpuioxkeHuu, nepen

riaBoit 3.1.
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OUTGROUPS
—(O— Patellogastropoda ‘l “

[OKOIMOCCHAas

Vetigastropoda

Neritimorpha
Vi ’

| |
— Caenogastropoda TEHUOrNoccHasn | “Mh |
|

WNW\WN‘“W‘ \!llllllllll[mwmm | crevornoccHas TokcornoceHan

MTEHOrMOCCHasA
F “Lower Heterobranchia”
Heterobranchia | punMaornoccHas TEHWOrTIOCCHasA |
|Nud|branchla |
I noinmcepmanb!{aﬂ TpucepuransHas yHmcepMaanaHI
I,
(Tectipleura @ 4 |

O CTepeOornoccHoe COCToAHNE

= |
ﬁ (NEeKCUIMOCCHOE COCTORHMUE |

| nonucepuansHas N30[10HTHas

Pucynok 3.0.4. PacmpezneneHne HEKOTOpBIX THIOB paiyl 1o pasHbiM rpynnam Gastropoda.
dunoreHeTnueckoe epeBo nepeprucosano u3 crarbu Uribe et al., 2022,

Bonbmiag yacte paaynbl pacmnosiaraeTcsi BHYTPU padyJIsIpHOTO MeEUIKA, KOTOPBIM SBISIETCS
WHBarvHaNueil OYKKaJbHOTO SIMHTENNS BEHTPAJIbHOW CTOPOHBI OykkaimpbHOUM mosioctd (Pucynok 3.0.2).
Pabouwmii kpail pagyssl Boaércs B OyKKaJbHYIO MOJIOCTh U pacrioyiaraercsi Ha ofgoHTogope. PanynspHas
MeMOpaHa MMEeT pacuIMpeHHss Ha oJoHTo(ope (KpbUIOBHIHBIE NPUIATKH), KOTOpPHIE OTHOAIOT XPSII

oJloHTO(Opa C OOKOB, YBEIINUHMBAS CIICTUICHUE U YIIPOUHSSA KOHCTPYKIHMIO. PanyssipHas MeMOpaHa U HOBBIE
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Pucynox 3.0.5. Cxema
IIPOJOJBHOIO Ccpe3a 4Yepe3 30HY
¢dbopmupoBaHus pamyibl.
O0o3HauyeHus: ctc -
COEIMHUTENIbHO-TKaHHAS
000JI0YKa pPAgyJSIPHOTO MEIIKa,
mb — wmemOpanoOmacTel, 0 -
ononTodop, 0d — omoHTOOACT, PA
— 30Ha mpoiudepauuu, Im -
panynspHas MemOpana, It — 3y0
od panyJibl, SpPre — cynpapanyJisipHbIii
SMUTENNH, Sfe — cyOpaayspHbIi
SIUTENNH, SS — ONOpHas CTPYKTypa
panysIsIpHOTO MEIKa.

pAabI 3yO0B HETIPEPHIBHO CUHTE3UPYIOTCS B T€UCHHE BCEH JKU3HU MOJUTIOCKA B CJIETIOM KOHIIE PaayJIipHOTO
memika (Pucynoxk 3.0.5).

Knetkn osmwurenus 30HBI (OPMHPOBAHUS BBICOKO CHEIHMATM3HPOBAHBL. MOXHO BBIJICITUTH
OJIOHTOOTACTBI — KJIETKH C BBICOKOH CEKpETHPYIONIEH aKTHMBHOCTBIO, KOTOPHIE YYacTBYIOT B CHHTE3€
3y00B, a TaKXke MeMOpaHOOIACTbI, TOKE KJIIETKH C XOPOILIO Pa3BUTHIM CHHTETUUYECKHUM amlnapaToM, KOTOpbIe
cunTe3npyrot memopany (Mackenstedt, Markel, 1987; Mischor, Markel, 1984). ITo mepe ¢popmupoBanus u
co3peBaHMs 3yOOB panyna mpoaBHuraercs k paboueil 30He. 3a 0mOHTOGOpPOM (B 30HE Jerpajalliu)
UCTIONIb30BaHHbIe 3y0Obl oTBaMBaroTCs (PucyHok 3.0.2) (Runham, 1963a, 6; Kerth, 1983).

Bropast TBEpmast cTpykTypa TJIOTOYHOTO BOOPYKEHHS — 3TO XUTHHOBBIC YETIOCTH, KOTOpHIC
pacnosararotcs B OyKKalbHOM MOJOCTH HAmpoTUB pabouero kpast pamyisl (Pucynok 3.0.2). Onu moryT
OBITh TTNAJAKUMHU MOHOJIUTHBIMH, C pOAJeTaMHu (MajoykaMd MO Kparw) wWin pedbpuctsiMu. Yemoctu
XapakTepHbl JUIs OONBIIMHCTBA racTpomnoja. Hamuyme wemocTeil cpenn OpIOXOHOTHMX MOJUTIOCKOB HE
MOJTBEPKICHO TOJIBKO st peactaBureneit Neritimorpha, onnako, mo manusiM Cacaxu (Sasaki, 1998), na
JOpCaNbHON TOBEPXHOCTH OYKKAJIBbHOM IMOJOCTH HANpPOTHB paboyero Kpas pagayiibl €CTh YTONIIEHHE
KyTHKYJbI, KOTOPOE€ OH Ha3blBaeT HEMapHOW uenrocThlo. IlapHble 4YemoCTH pa3BUBAIOTCS y TPYII
BETHTaCTPOIIO/, IICHOTACTPOIIO U y YacTh rerepodpanxuii. HemapHas 4enrocTHas TUIACTHHKA XapaKTepHa

s Patellogastropoda u muis nérounsix rerepobpanxumii (Eupulmonata, Heterobranchia). Hecmorpst Ha To,
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Pucynok 3.0.6. PazHooOpa3ue uenrocTeid B ocHOBHBIX BeTBsiX Gastropoda (ITo Ponder et al., 2019).

YTO YENIOCTH BBHITIOJTHSIOT HE MEHEE BXKHYIO POJIb B MHIIEAOOBIBAHUH, YeM pajyia, JaHHBIX O 00mei
MOP(}OIOTHH YETIOCTEe TacTpOIo/ CYIIECTBEHHO MEHbIIE, a mpoiecc (pOopMHUpOBaHUS, THUCTOTE€HE3a U
OHTOTEeHEe3a MOIPOOHO HE ONHUCAH.
Xapakmepucmuxa nooknaccos Gastropoda
Jannas pabota comepXuT 0000meHust 1o MOp(}OIOTHH TIIOTOYHOTO BOOPYKEHHSI HA OCHOBaHUHU
JUTEPATYpPHBIX U OPUTHHAIBHBIX TAHHBIX B pasHbIX rpynmnax ractpomnoj. ITockonbky mpencTaBisTh U
00CyXJaTh pe3yJbTaThl 0Ka3a10Ch yAOOHEe MO TPyMIaM, TO HIXKE MPUBOJIUTCS KpaTKash XapaKTepHCTUKA

OCHOBHBIX MTOJIKJIACCOB B TOM IMOPSAKE, B KOTOPOM OyIyT NMPEICTaBICHbI pE3yIbTaThl paboThI.
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B moxaknacce Patellogastropoda nacuntsiBaercs oxoso 460 BuaoB u3 mstu cemeiicts (Patellidae,
Nacellidae, Acmaeidae, Lottiidae u Lepetidae) (www.molluscabase.org). DT0 HCKIIOUYUTEIBLHO MOPCKas
rpynmna ¢ OJIOALEeBUIHON pakoBHHOU. [IpencTaBuTenn maremioracTporno HacelsioT BCe 30HbI OKEaHa OT
auTopanu a0 abuccanu. B ocHoBHOM obuTaroT Ha TBEPABIX kKamHsx (Branch, 1975, 1985; Lindberg, 1988),
OJTHAKO HEKOTOPHIC BHJIBI OCBOWJIM M HEXapaKTepHbIE CyOCTpaThl, TaKHe KaK BOJOPOCIIH, 3aTOHYBIIAs
JpeBeCcUHa, pakoBUHBI qpyrux mojurtockos (Carlton et al., 1991; Kirkendale, Meyer, 2004; Lindberg, 1981,
1988, 1990; Lindberg, Vermeij, 1985; Marshall, 1985; Morton, 1980; Sasaki et al., 2003).

Mouno¢unus Patellogastropoda noarsepxaaercs psiioM CHHANOMOP(HBIX IPU3HAKOB, TAKUX KakK:
BTOPUYHO KOJIMAYKOBHIHAS PAKOBHHA C BEPXYIIKOW, CMEIMIEHHON HaJ TOJOBOM; JOKOTJIOCCHAs pajaylia
CTEPEOTIOCCHOTO TUIA, MUHEPAJIU30BaHHAS B OCHOBHOM COCIMHCHUSMHU JKeJie3a (MAarHETUTOM) U KPEMHUS
(Lowenstam, 1962; Rinkevich, 1993; Runham et al., 1969; Shaw et al., 2010); MukpocTpyKTypa paKOBHHBI,
NPEJCTABICHHAS TISTHIO CJIOSMH, CPEAH KOTOPBIX JIMCTOBUAHBIE W KOHHYECKHE IEPEKPECTHO-
IUTACTHHYATHIC CIIOM;, Haiuune MaHTHHHBIX >xabp (Ponder, Lindberg, 1997). ManTuitHas MoI0CTh
pacrioyiaraercsi Hajl rojOBOM MOJUIFOCKA, MAHTHWHBIA KOMILJICKC OPraHOB M COIyTCTBYIOIIME OPTaHbI
ACHMMETPUYHBL: MPOUCXOAUT YaCTUYHAS PEAYKUHUs MPABOM YaCTH, OCTAETCSA TOJBKO JIEBbIM KTEHUIUNA U
OJTHO JIeBOE mpejcepaue. MoJIeKy IspHbIe JaHHbIE TaKKe MOATBEPkIar0T MoHOMmIHio rpymmbl (AKLIpis,
Giribet, 2010; Colgan et al., 1999; Giribet et al., 2006; Harasewych, McArthur, 2000; Nakano, Ozawa,
2007; Tillier et al., 1994). I'unoTe3a o 6a3aIbHOM TOJIOKEHHUH MATEUIOracTPOITIO/ IO OTHOMIEHHUIO K IPYyTUM
ractponojam Obia Beickazana ['onmukoBsiM 1 CtapoboratoBsiM (Golikov, Starobogatov, 1975) u ¢ Tex mop
ocraéres cropHoii (Haszprunar, 1988; Lindberg, 1988, 2008; McArthur, Harasewych, 2003; Nakano,
Sasaki, 2011; Ponder, Lindberg, 1997; Sasaki, 1998).

B ocHoBHOM maTemtoractponobl sBisitoTcs cockpéopiBarensimu (Harasewych, McArthur, 2000;
Hawkins et al., 1989; Krings et al., 2022; Nakano, Ozawa, 2007). Omio1oTBOpeHUE BHEIIIHEE, Pa3BUTHE
JETMTOTPOGHOE CO CTATUIMU TPOXO(POPHOH TUUMHKH U BEIUTepa, 3a PEAKUM HUCKITIOYCHHEM TPOXOINT B
tome Boasl (Hadfield et al., 1997; Holyoak et al., 1999; Kay, Emlet, 2002; Nakano, Sasaki, 2011; Rivera-
Ingraham, Garcia-Gomez, 2010; Smith, 1935).

[IIupokoe pacmnpoctpaneHre U goctynHocTh Patellogastropoda caenaio mpepcraBuTeneit 3Toro
MoJIKJIacca OOBEKTAMH MHOTUX HAIPABJICHUN WCCIEAOBAHMN, BKJIIOYAs OHOJIOTHUIO Pa3BUTHS,

HCCICIOBaHUA 6HOMHHepaHI/I3aHHI/I 1 OBOJIIOIIMOHHBIC ITOCTPOCHMH.

[Toaknacc Vetigastropoda — 3To KpyIHBII TaKCOH, HACUUTHIBAET IO Pa3HBIM OIICHKaM OOJIbIle

5420 Bunos (www.molluscabase.org), BkimogaeT okoyio 20 CeMEMCTB U HECKOJIBKO JECSITKOB IMOJACEMEICTB
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(Hickman, McLean, 1990; Warén, Bouchet, 2001; Bouchet, Rocroi, 2005). Beruracrpomombr —
UCKJTFOUYUTEIIFHO MOpPCKasi TPYINa, MPEICTABUTENIN KOTOPOH OOUTAIOT TI0 BCEMY MHUPY OT JHTOPAIH IO
abuccanu (Geiger et al., 2008; Hickman, McLean, 1990). B sty rpynmny BXoauT GOJBIIMHCTBO TAKCOHOB
OpIOXOHOTHX MOJITIOCKOB, OOMTAIONIMX B THAPOTepMaNbHBIX ncTouHukax (Warén, Bouchet, 2001; Kase,
Kano, 2002; Zapata et al., 2014), a Taxxe perukroBbie Buabl (Knight et al., 1952). Pasmep pakoBuH CHIIbHO
BapbHUPYET OT CaMbIX MEIKHX J0 KpYHHbIX, gocturaronmx 25 cm (Knight et al., 1952; Ponder, Lindberg,
1997). PakoBuHa y OONBUIMHCTBA CHUpajibHas, HO y Heckoibkux rpynn (B Tom uucie Fissurellidae,
Cocculinoidea, Lepetelloidea u Heckombko Trochoidea) HezaBucuMo mpuHsuIa (GopMy OJrOICYKA.
PakoBuHBI 0OJIBIIMHCTBA TAKCOHOB C MapHBIMU KTeHUaAusMU umeroT mpopesu (Knight et al., 1952) uim
JpyTHe BTOPUYHBIC OTBEPCTHUS (KaK, HAIIPUMEP, OTBEPCTUSL Y MOPCKOTO yXa TI0 IIEPUMETPY PAKOBHHBI), YTO
CBSI3aHO C HAIPaBJICHHEM TOKA BOZBI B MAHTHHHOM MOJOCTH. Y BETHUTacTPONOJ C NapHBIMH KTCHUAUSMH
BOJIa BXOAWT B MAaHTHHHYIO TOJOCTh CHMMETPUYHO C JIByX CTOPOH M, OOMBIBasi KTCHUIUH, BHIXOJUT U3
OTBEPCTHI B paKOBHHE. Y HEKOTOPHIX (hHCCYpeNH]l paKOBHHA MOKET YaCTHYHO pexyrupoBathes (McLean,
1984). B oTimune oT Beex APYruxX OPIOXOHOTHX MOJUTFOCKOB, Y MHOTHUX BETHTAaCTPOIIOJl PAKOBHHA MMEET
BHYTPEHHHUH mepiaaMyTpoBsiii cioit (Hedegaard, 1997).

ManTtuiiHasi TOJOCTh pacloiiaraeTcss Haja TOJOBOH, HO, B OTJIMYME OT JPYTHX IOAKJIACCOB
ractporno, y Hekotopsix cemeicTs (Fissurelloidea, Pleurotomarioidea u Haliotoidea) coxpansiercst monHas
CUMMETpHST MAaHTUWHOTO KOMILJICKCA, BKJIOYAs TMapHbIe KTCHUIWH, TUMOOpaHXHAIbHBIC MKENe3bl W
octpamuu (Fretter, Graham, 1962; Graham, 1985; Hickman, 1984; Knight, 1952; Morton, Yonge, 1964).
Y OONBIIMHCTBA BETHracTPOIOJ COXPAHSIOTCA TAaKKe TMapHble MpeJACepAus U TapHble ITOYKH.
AnoMOp(HBIMU CTPYKTYpaMH SIBJISIFOTCS YYBCTBUTENbHBIC NAIMIUIBI HA TOJIOBE M HOTE U OYypCUKYIIBI —
HEOOJIbIITNE OPTaHbl YYBCTB y OCHOBAHUS Kaxoro »x)adepHoro ¢unamenta (Haszprunar, 1987). Pagyna B
OCHOBHOM PHITHIOTIIOCCHOTO THIMA C OOJBIIUM KOJUYECTBOM 3yOOB B MOMEPEYHOM DSy, YacTO ObIBaeT
acummerpuyna (Hickman, 1981). ITapubie wemtocT pacronaraioTcs B OYKKaJbHOH ITOJIOCTH HAIPOTHB
pabouero kpas paayisl (Haszprunar, 1987).

BoJbIIMHCTBO BETUTAcTpPOIOA ACTPUTO(Ard, OHH COOMPAIOT OPTraHUKY C TIOMOIIBIO ITHPOKON
PUITHAIOTIIOCCHOM (BEEPHOI) payJibl U MAPHBIX YEITIOCTEH C JOTIOTHUTEIBHBIMU POJUIETAMH (TTaJI0YKAMH)
no mnepeaHemy kpaw. Hekoropeie riybokoBoanbie rpynmbl (Haliotoidea u Trochoidea) murarorcs
BOJIOPOCIISIMH M MOPCKUMH MOKPHITOCEMEHHBIMU. [IMTaHNe B3BECHIO C TIOMOIIBIO0 KTEHUINEB Pa3BUIIOCH Y
HECKOJIBKUX TaKCOHOB, KOTOpbIE, KaK MpaBWjO, 3apbiBatoTcst B mecok (Fretter, 1975; Hickman, 1996;
Hickman, McLean, 1990). [lns rpymm, OOHTAlOIIMX B THAPOTEPMAIbHBIX HCTOYHHKAX, XapaKTepeH
cum6Omno3 ¢ Oakrtepusmu. Hanpumep, mpencraButenu Lepetodrilidae xoMOuMHHpYIOT (GHIBTpaLUIO C

nerpurtodarveii u cuMmOuorpodHsIM rmranuem (Bates, 2007). Hekoropble BeTHUTacTPOIIOABI
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(Calliostomatidae, Pleurotomaridae u Fissurellidae) sinsiroTcss macTOMIHBIMU YKUBOTHBIMH, KOTOpBIC
MUTAIOTCS HE PACTCHHSMH, a 00pacTaTeNisiMU, TAKMMH KaK TUAPOUIbI, TYOKH, MIIAHKH U OOOJOYHUKH.
Hecmotpst Ha Takoe pa3Ho0Opa3ue MUTAHUS, MAKPOXHUIIHUKOB CPEIH BETUTACTPOIIO HET.

BonpmmHCTBO BeTHUracTpono pasjenbHomnombie. [1010Boi quMOpGU3M TOBOJILHO PEIOK U Yalle
BCETO MPOSBIISIETCS B OTJIMYMKM pa3MepoB camiioB u camok (Marshall, 1993). Jlns GonbimuHCTBa BHIOB
XapaKTepeH BBIMET IIOJIOBBIX MPOAYKTOB B BOJY M BHEIIHEE OIUIOJOTBOPEHHE, 3a HCKIHOUCHHEM
MOJUTIOCKOB, JKHUBYIIMX B HEOJArOMPHATHBIX Ui BHEIIHErO OIIOAOTBOPEHHS YCIOBUAX (OOJbINNe
rIyOMHBI M peaKas BEPOSTHOCTb BCTPEYHM, NPHIMBHO-OTIMBHAs 30HA). B 3TOoM ciyuae mpoucxoiuT
BHYTPEHHEE OIUIOJ0TBOpPEeHUE. KOMyJSITUBHBIM OpPraHOM YacTo SIBJISETCS HPeoOpa3oBaHHOE T'OJIOBHOE
urynanbie. Y OOJBIIMHCTBA BETHIACTPONOJ MEJKHE silla, Pa3BUTHE JICHUTOTPO(HOE CO CTAAUAMH
TpoxoQopsI 1 Beaurepa. Buibl ¢ BHyTPEHHUM OILUIOJOTBOPEHUEM OTKIIA/IBIBAIOT OILIOAOTBOPEHHBIC Siiilia B
xKeneoOpasHble SMYHbIC Macchl, rae npoxoaut passutue (Crofts, 1937; Holyoak, 1988 Kawamura et al.,
2001; Kuehl, 2020; Page, 1997, 2006; van den Biggelaar, 1993).

[Moxximace Neritimorpha ¢ omHUM OTpsZIOM M BOCBMBIO cemeiicTBaMu coctouT u3 1860 BumoB
(www.molluscabase.org) (Fukumori and Kano, 2014; Richling, 2014). Heputumopdbsl BMecTe C
NaTeJUIOracTpOIoJaMi M BETHIacTPONOJaMH paHee COCTaBIsUIM rpymiy apxeoractporoxa (Ponder,
Lindberg, 1997; Fretter, Graham, 1962). IIpeacraBurenn HepuTHMOP( BCTPEUYAIOTCS KaK B MOpE, TaK U B
npecHbIX Bogoémax (Kano et al., 2002; Lindberg, 2008; Schilthuizen et al., 2012). Mopckue HepuTuMopdhbI
OOHUTAIOT OT JINTOPAJH JI0 ITyOOKOBOIbsI, BKIIFOUAst THApoTepMaibHble netounuku (Waren, Bouchet, 1993;

Zende, Carney, 2001).

PakoBHHBI OOJBIIHHCTBA HEPUTHUMOP(G CIUpAbHBIC, HO HEKOTOPbIE BTOPHUYHO MPHUHSIH (HOpMy
omoaeuka (Hanpumep, Phenacolepadidae (Yahagi et al., 2020) u HekoTOpbIe PECHOBOIHBIC TAKCOHBI), a
npezacrasutenu Titiscaniidae (Neritopsoidea) Boce mortepsiiu pakosuny (Kano et al., 2002; Lindberg,
2008). TlepaamMyTpoBOrO CJIOSI B paKOBHHE HET. Y OOJBIIMHCTBA BHIOB BHEIIHWE 3aBHUTKA PAKOBHHBI
HAKPYYUBAIOTCS HA BHYTPEHHHE, YTO BUAOM3MEHSET (OPMY Tella MOJUTIOCKA JI0 SHIIEBUAHOT0. ONEepKyIyM,
€CJIM OH €CTh, OYE€Hb MOLIHBIN, H3BECTKOBBIN, BBIITYKJIbI BHYTPb.

HeputuMopdbl COXPaHSIOT HEKOTOPBIE TIE3HOMOP(HBIE YEPThI, & TAKKE 00Ja1af0T MHOKECTBOM
aromopduii (Fretter et al., 1981; Lindberg, 2008; Ponder et al., 2021). Ilpu coxpaHEeHHH CHMMETPHHU
MaHTHHHOTO KOMILJIEKCA OpPraHOB BCE e HaAOJI0JaeTCs YacTUYHAs PEAyKIHMs NpaBoi dvacTh. Bce
HEPUTUMOP(]BI COXPAHUIIH TTAPHBIE TPEICEPANs, HO MIMEIOT OJHY (JIEBYIO) ITOUYKY, a IipaBasi BCTPAUBACTCS B

MOJIOBYIO cucTeMy. OYHKIIMOHUPYET TOJIBKO JIEBBbIA KTeHUANMU. C MpaBoil CTOPOHBI, OJTHAKO, YACTO MOMXKHO
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HaOMoAaTh OYropoK, KOTOpPBIHA, BEPOSITHO, MPEACTAaBISET COOON PYIMMEHTApHBIM MpaBbId KTCHUIHUH.
Hpyrue mie3znomMopdHbIe 4epThl — MPOXOKIACHNE 33 THEH KUIIIKA CKBO3b CEP/ILIe, PUITUAOTIIOCCHAS pajyJia,
napHbIe peTpaKkTopbl HOTW. [IprMepsl amoMOp(HBIX NPU3HAKOB — pa3BUTHE MAHTHUHHBIX MOJOBBIX
CTPYKTYp,  OOJerdJamomux  BHYTPEHHEE  OIUIOJOTBOPEHHWE, ©  CIIOCOOHOCTh  TPOU3BOIUTH
UHKancyIupoBanubie siia. Kpome toro, B orimuue ot Vetigastropoda u Patellogastropoda, passutue
NPOMCXOJUT 4Yepe3 CTAIWI0 JOJTOIIABAIOIIETO IUIAHKTOTPO(GHOrO BelIHMrepa, Kak W B TIpymnmax
[IEHOTACTPOMO/ ¥ TeTEPOOPAHXHIA.

JlaHHBIX TO TUTAaHUIO HEPUTUMOP(] HE TaK MHOTO: W3BECTHO, YTO MOPCKHE HEPHUTHUIBI — B
OCHOBHOM TIACTOMIIHBIC MOJUTFOCKH, KOTOPBIC IHTAIOTCS CIIOPAMH BOJOPOCICH, JHATOMOBBIMH
Bozopocisimu 1 nerputoMm (D’Souza, 1981, 1986). Onmnako BcTpedaeTcsi JOBOJIBHO MHOTO IHIIEBBIX
crienuQuKanuii, CBI3aHHBIX ¢ HEOOBIUHBIMH cpefaMu obutanus. Hanpumep, Phenacolepadidae sxuByT B
cpeze, OoraToi cepoi, U, BEpOSTHO, MMTAIOTCS XeMOCHHTe3upyrouumu O0akrepusmu (Kano et al., 2002).
['1y0OKOBOMHBIE W JKEPJIOBBIE TAKCOHBI BEPOSATHEE BCEro sBIAIOTCS aerpurodaramu. Bathynerita
naticoidea mmraercst OakTepusMH M pas3jararoIluMcs IepuocTpakymoM pakoBuH Bathymodiolus, c
KOTOpPBbIM acconuupoBan mosutiock (Dattagupta et al., 2007). [IpencraButenu raBaiickoro Buaa Smaragdia
bryanae — cnenumanu3upoBaHHBIC TPABOSIHBIC JKUBOTHBIC, IUTAIOIIUECS COJMCPKUMBIM KJIETOK
snuaepmuca (Unabia, 2011). dpyrue Buasl Smaragdia Takke BCTPEUAIOTCS HA BOAOPOCIAX U IMUTAKOTCS,
npoOWBasi KJIIETKHU STUICPMHICA HAPYKHBIMH JIATEPaIbHBIMK 3yOLIaMH; COJIEPKUMOE, BEPOSITHO, 3aMETACTCS
JUIMHHBIMH TOHKHMH Oyrpamu MapruHaibHbix 3y0oB (Unabia, 2011). Cuuraercs, 4T0 Ha3eMHBbIE
HEPUTUMOP(]BI MUTAIOTCS IETPUTOM, CIIOPAMHU BOJAOPOCIEH, MXOM U JIMIIATHUKAMHU.

Bce npencraButenn HepuTUMOP(Q pasenbHOIONBIE C BHYTPEHHUM OIUIOJOTBOPEHHEM. Y CaMOK
bOpMHUPYIOTCS JOTIOTHUTENBHBIC JKENIe3bl I 00pa3oBaHUs 000JI0UYEK sHIa M KIAIO0K. Y OOJBITHHCTBA
MOPCKHUX HEPUTUMOP() €CTh CTAAUU TPOXOPOPHOU JTMUNHKU BHYTPH KJIATKHU U TNIAHKTOTPO(HOTO BEITUTEPA.
AHaJOTU4YHAs CTpaTeTusi WCIOJB3YeTCS CONIOHOBOAHBIMHU W TPECHOBOJHBIMU TaKCOHAMH, Y KOTOPBIX
BEJIUTEPhl UMEIOT 3CTYapHBIA WM MOPCKOW MEPHOJI, TPEXkKJIEe YeM BEPHYTHCS B MPECHOBOJHBIC PYyYbH H
pekr. Y HEKOTOPBIX MTPECHOBOIHBIX M BCEX HA3EMHBIX BUIOB PAa3BUTHE MPSIMOE — IMTOTOMCTBO BBLTYTUISICTCS

B BUIC MOJIOABIX YJIMTOK.

IMoxknacc Caenogastropoda — ojHa U3 caMbIxX pa3HOOOPA3HBIX TPYIIT OPIOXOHOTHX MOJUTIOCKOB,
B KOTOpO# u3BecTHO okojo 47000 Bumor (www.molluscabase.org) u3 157 cylmecTByIOMIMX CEMEHCTB
(Bouchet et al., 2017). Dto okoso 60% Bcex BUIOB raCTPOIO/, BKIIOYasi MHOTHE BaKHbBIC, C TOUKH 3PEHHS
OKOJIOTUA U KOMMEPIIMH, MOPCKHE cemeicTBa. L{eHoracTpomnoabl mpenMyIecTBEHHO MOPCKUE BUIBI, HO

HEKOTOPbIE CEMENCTBA PACIIPOCTPAHUIIUCH IO BCEMY MUPY B IIPECHBIX BOJOEMAX U MEPELUIA K HA3EMHOMY
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o0pa3y >xu3nu. [logkiacc MOKHO pa3nenuTh Ha TpH rpymmnsl — Archaeotenioglossa, Littorinimorpha u
Neogastropoda.

[TpakTHYecku Bce IEHOracTPOINOAbl MMEIOT U3BECTKOBYIO PAKOBHHY (32 UCKITIOYCHHEM HECKOIBKUX
CEeMEHCTB), KaK MPaBWIO MpaBO3aKpydeHHYI0. Mopdonorus pakoBUH OYeHb pa3HOOOpa3Ha: OT BBICOKHX
IIXIIOB JI0 IAPOBUIHBIX YTOJIIIEHHBIX MM OJIOANECBUIHBIX. JIeBO3aKpyUSCHHBIMH paKOBUHAMHU 00JIa1al0T
NpPEJICTABUTENIM TOJIbKO oxHOro cemeiicta (Triphoridae), omHako B HEKOTOPBIX APYIHX CEMEUCTBAax
JIeBO3aKpyUYCHHBIE PAaKOBHHBI MOTYT BcTpedarthcsi cnopagmuyecku (Vermeij, 1975; Robertson, 1993). ¥V
[IEHOTaCTPOINO/, B OTIUYME OT BETHUTACTPOIIO/, MATKUE YaCTH TEJIa BHE PAaKOBUHBI OTHOCHTEIBHO MPOCTO
yCTpOeHBI. 1'0JI0Ba MMEET XOpOIIO OYEPUYCHHYIO BBICTYMAONIYI0O MOPAY C TOJIOBHBIMH IIYNAIbBLIAMHU H
CIIOHO YCTPOCHHBIMHM TJla3aMH, Pa3BUTHIMU B HX OCHOBaHMM WM Ha KOHIE Inymajuen (Kak Yy
HEOracTpono).

[1ne3noMOpPHBIM COCTOSSHUEM MAHTUHHON TOJOCTH Yy LEHOTracTPONOJ| SBISIETCS aCHMMETpPHUS
MaHTUWHOTO KOoMIlIeKca opraHoB. C JI€BO CTOPOHBI MPUCYTCTBYIOT: OJWH KTEHUIUH, ocPpanuii (0OBIYHO
runepTpoUpoOBaHHbIN, ¢ YHUKaIbHOU THCTOJoruen) (Haszprunar, 1985) u runoOpanxuanbHas Kejesa.
Cepnue umeer oOIHO (JIeBo€) Ipeacepaue, COOTBETCTBYIOIIEE JieBOMy KreHuauioo. Ilepexon k
NOJYHA3eMHOMY WJIM Ha3eMHOMY 00pa3y *KH3HH MIPUBOAUT K aTpo(hun KTSHUTHSL.

[Tne3noMOpHBIM COCTOSTHUEM SBIISIETCS CeMU3y0asi TCHHOTIIOCCHAS payJia, U STOT THIT PaLyJIbl
OUeHb KOHCEpBAaTUBEH MO0 cBoedl Mopdornoruu. TeHHOrNIIOCCHAas paaylia BCTpedyaeTcss y BcCexX
Archaeotenioglossa u mogasstroiero 6osbimHcTBa Littorinimorpha (Haszprunar, 1988; Jargensen, 2001;
Ponder et al.,, 2012, 2020). Yentoctu y JIUTTOPHHUMOpP(], €CIIM TPCYTCBYIOT, — TPOCTHIC ITapHBIC
wiactiuak. Neogastropoda — 3To rpyrmmna, neperie/imas K MmIOTOSTHOCTH, C YeM CBSI3aHbI EPECTPONKU
NepeHer0 KOHIA Teja, a MMEHHO IpeoOpa3oBaHWE MOPABI B MYCKYJBHBIH XOO0OT, YTO TMPHBEIO K
BBIHECEHUIO MUIIEN00BIBATENILHOIO —ammapaTa 3a IMpenaeiasl TonoBbl. Kpome Toro, mpou3oIuio
npeoOpa3oBaHUE y4acTKa MAHTHH B CU(OH, YTO MTO3BOJIMIIO HAIIPABUTH TOKU BOJbI B MAHTUIHYIO MOJIOCTb,
K XOpOWIO PAa3BUTOMY OCHpPagHio, YTO YIYYHNIMIO OOOHSHHE HEOoracTpomoj], HeoO0XoauMoe TpHu
XunHU4ecTBe. Pamyma HeoracTpomoj dYpe3BbIYaiiHO pasHooOpasHa. KpaifHee cocTossHME paTyIibl
HEOTacTPONOJi — TOKCOIJIOCCHAs pajylia XHUIIHBIX KOHOWJEH, KOTOpas COCTOUT M3 OTIENbHBIX 3yOOB,
MOXO0XHX Ha TapIyHbl, 3aMOJHAOLIMECS SA0M. Y OOJBIIMHCTBA HEOTaCTPOIIO]] YEIIOCTH PeAyLUPYIOTCS,
OJTHAKO MPHU MEePeXo/ie K COCYIIEMY THITY UTAHUS MOTYT BUJIOU3MEHSITHCS B TIPOKAJIBIBAIOIIYIO TPYOOUKY.

[lenoractponosipl KpaiiHe pa3HooOpas3Hbl mo Ty W oObekram mutanus (Taylor et al., 1980).
BonpmmHCTBO 1E€HOTacTponoJ — YHHBEpPCAIbHbIE MHKpO(daru, Mpu 3TOM MHOTHE MEJIKHE BHUJIbI
U30MPATENFHO MUTAIOTCS MEJIKUMH OPTaHHYECKUMH OCTAaTKaMU WK TIEHKaMu MUKpooprann3zmos (Norton

et al., 1990; Otero-Schmit et al., 1997; Padilla et al., 1996). B pa3ubix rpymnmax mapaiieibHO BOZHUKAIOT

41



Takue auetnueckue crerpanusammu (Petit, Harasewych, 1986), kak maoTosTHOCTh U PACTUTEILHOSTHOCTb.
Neogastropoda sBiSIFOTCSI MPAKTHYECKH MOJHOCTBIO IUIOTOSTHON TPYIION, 3a HUCKIIOYCHHUEM PEIKUX
TPaBOSAHBIX  mpenctaButencii  cemeiictBa  Columbellidae  (deMaintenon, 1999). Hekotopsie
[[EHOTACTPOTO bl TUTAIOTCS B3BECHIO, TAKOU CIIOCOO MUTAHUS ObLT HE3aBUCUMO MPUOOPETEH B HECKOIBKUX
rpymmnax (Declerck, 1995). Cxonnbie Mmopdosoruueckue MoauduKaIuy, TakKue Kak yaIMHEeHHE )KaOePHBIX
JICTIECTKOB, PA3BUTUE DHIOCTWIS B XKelylke, (hJIOMUpOBaHHE IMHIICBONW KaHAaBKH, BEIYIICH KO PTY,
BO3HUKAIOT KOHBEPI€HTHO BO BCEX TpPYIax, MUTAIOUIMXCA B3BEChIO. MHOTHE ILIEHOTacTPOIMOAbl —
MACCUBHBIC XUITHUKU, KOTOPHIE MUTAIOTCS CUASIYUMU 0€CIIO3BOHOYHBIMU, TAKIMH KaK 00OJIOYHUKH, T'yOKH
U MiaHkd. Menkue u odeHb pasHooOpasubie Eulimidae (Littorinimorpha) siBnstorcss skro- wim
9HJIOTIAPA3UTAMU HIJIOKOKMX. Ha3eMHbIe IIEHOTracTpOIoabl B OCHOBHOM MHUTAKOTCS «BOJIOPOCISIME» U
rpubaMu, CBSI3aHHBIMHU C pasjiararonieiics patuteabHou numieit (Barker, 2001).

[{eHoracTpono sl B OCHOBHOM pa3lelbHOIONBIE C BHYTPEHHHM OIUIOJOTBOpeHHEeM. [locie
OIUTOJIOTBOPEHUSI CAMKH OTKJIAJIBIBAIOT KJIAJIKH, CHJIBHO OTJIWYAIOIIHECS 10 MOP(GOJOTHH B Pa3HBIX
takconax (Hanpumep, Creek, 1951; D'Asaro, 1970; Fretter, Graham, 1962; Moran et al., 2019; Page, 2005,
1988; Page, Pedersen, 1998; Thorson, 1946). V Bcex meHOracTporo ctaaus Tpoxohopsl MOIaBICHA HITH
OPOXOIUT BHYTPU KIAJKHU, a BEJIMIep — CBOOOJHOIIABAIONIAS JUYMHOYHAs ¢opma. [II1aHKTOHHBIC

BEJIUTepbl MOTYT OBITh IUTAHKTOTPOMHBIMU U JELUTOTPOGHBIMHU.

[Moxkmacc Heterobranchia — xpymHas (HacuuteiBaeTcst 16 oTpsmoB u okono 37330 Bumos
(www.molluscabase.org)) u BakHas rpymma OprOXOHOTMX MOJUTFOCKOB — JEMOHCTPUPYET HauOOJIbIlee
MOpGOJIOTrHUECKOE Pa3sHOOOpa3He Cpein MOIKIacCOB OproxoHorux MosuttockoB (Hazsprunar, 1998; Ponder
etal., 2020). K rerepoOpanxusim oTHOCATCs rookadbepubie mosuttocku (Nudibranchia) (mo crapoii cucteme
— 3agHe)kaOepHbIe), OONBITMHCTBO HA3EMHBIX TacTPONOJ C PAKOBHHOW W 0€3, a TakKe HEKOTOpbIC
NPECHOBO/IHbIC Ipymmbl. [To pa3mepy rerepoOpaHXUU BapbUPYIOT OT MUJUTMMETPOBBIX YEePBEOOPA3HBIX
UHTEPCTUIHAIBHBIX O€3paKOBHHHBIX ()OPM JI0 KPYIHBIX HAa3eMHBIX JIETOYHBIX MOJUIIOCKOB, TaKHE Kak
axatunbl (Lissachatina fulica). OrtmensHble Buasl reTepobpanxwii (Hampumep, Aplysia u Lymnaea)
TOCITYXHJIM MOJICIbHBIMU OOBEKTaMH JUTSI U3y4YeHHs (YHKIMOHUPOBAHHS HEPBHOW CHUCTEMBI U OCHOB
HaMSITH.

Omnucatb pazHooOpa3ue BHEIIHEH ¥ BHYTPEHHEH MOP(OIOTUHU JOBOJIBHO HEMPOCTO — CTOIb OHO
BEJINKO. PakOBHHBI Takke MPHOOPETAIOT camMble pa3Hbie (OPMBI M YACTO HE3aBUCHUMO PEAYIHMPYIOTCS B
CBSI3U C IMEPEXOJIOM B crnenuduyeckre OMOTOIBI, KakK, HalmpuMep, y IUIaHKTOHHBIX Gymnosomata wim
UHTEPCTUIIHAILHBIX BHUIOB. JIMYMHOUYHBIC PAKOBUHBI JICBO3AKPYYCHHBIC, B OTJIMYHUE OT BEJIUIEPOB

LIEHOT'aCTPOIO/ U TeTepOOpaHXHil.
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VY Heterobranchia na0iromaercsi TeHACHIMS K IETOPCHOHHBIM MPOIIECCaM, PEAYKIIMA MaHTHHHON
MIOJIOCTH M Pa3HECEHUI0 MAaHTHWHOTO KOMIUIEKCa B MpOCTpaHcTBe. [lepBOHAYAIbHO MaHTHIHAS TTOJIOCTh
reTepoOpaHXuil cojepxkala Te K€ CTPYKTYPbI, 4TO M Yy JPYyruX OPIOXOHOTHX MOJUTIOCKOB. biaromaps
JICTOPCUU TIPOU30IIIIA PEOpPraHu3aIisl Tejla HEe3aBUCUMO B HECKOJBKUX JIMHHSX rerepoOpanxuii. [Tpu
MePEeMEICHUN MAHTUWHOM IOJIOCTH IO TPaBOMy OOKy M CBSI3aHHOM C OTHM IPOIIECCOM YMEHBIIICHHH
MaHTUHHOU MOJIOCTH y OoJiee annoMOpP(HBIX TeTepOOpaHXUil TOJI0BA U HOTA Y)KE HE MOTYT BTATHBATHCS B
MaHTUHHY0 nojiocth (Haszprunar, 1988).

['moToyHOE BOOPYIKEHUE MPEACTABICHO PAAYJION U YETIOCTIMHU, KOTOPBIE MOTYT OBITH MAPHBIMU (Y
rojoxabepusix MoiutrockoB) (Haszprunar, 1988; Ponder, Lindberg, 1997) u Buaou3MeHEHHBIMH
HemapueiMu (kak 'y Eupulmonata) (Barker, 2001; Barker, Efford, 2002; Runcham, 1975). Pamymna
OTIIMYAETCS HEBEPOSTHBIM Pa3HOOOpasueM — OT YHHCEPHUAIBHON 10 MOIMCEPHATLHOM, YTO OTpa)kaeT
crenuQuKaluy MHIIEA00BIBATEIBHBIX CcTpaTeruii. Heckonbko pa3 HE3aBHUCHMO B Pa3HBIX TPYIIax
MOJIKJIacca pajyJsia ucuesaja B CBSI3U C MEPEX0I0M K COCYIIEMY THITY MUIIECI00BIBAHUS.

Mopckue rerepobpaHxuu, 3a UCKIoueHreM TpaBosaHbIX Aplysiidae u Sacoglossa v nuTtaromuxcs
cycrieH3ueir Thecosomata, — 3To B OCHOBHOM cCIelMaIM3UpOBaHHbIe XxuinHuku (Haszprunar, 19850;
Rudman, Willan, 1998; Cimino, Ghiselin, 1999; Mikkelsen, 1996). B oTnenbHbIX ciydasix ObLIO IOKa3aHO,
YTO HEKOTOPBIE MOPCKHUE IreTepOOpaHXHU, aCCOIMUPOBAHHBIC C KHUIAPUAMH WU I'yOKaMH, TIUTAIOTCS HE
TKaHsAMH XO35MHa, a UX CMMOHMOTHYECKMMHU opraHm3mamu (Hampumep, Rudman, 1991a; Becerro et al.,
2003). B omiirume ot 0OJIBIIMHCTBA MOPCKUX TeTepoOpanxuii, Eupulmonata murarorcst mpenMyIiecTBEHHO
pa3iaraloIuMICs PacTUTEILHBIMU OCTaTKaMU, TPHOAMH WJIM SIBJISIFOTCSI HACTOSIIMMHU TPABOSTHBIMH, a
MOpPCKHE TaKCOHBI COCKpEOArOT BOJOPOCIH C TOBEPXHOCTH CKajl WM T[HTAIOTCA WIHCTHIMH
noBepxHoCcTHRIME oTi0keHusiMu (Amphiboliidea, Ellobioidea, Onchidiidae).

Bce rerepoOpanxum — repMadpoIUThl C YCIOKHEHHOW TOJOBOM CHCTEMOW W TUIOTHBIMH
MHOT'OCIIOMHBIMHU siIIeBbIME OOooukamu u kimagkamu (Goddard, 1992; Rivest, 1978; Tardy, 1970;
Thompson, 1958, 1962, 1967). OmogoTBOpeHKE YacTo nepekpécTaoe. B rpyrmne HaOmo1aeTcst TeHICHIINS
K PEAyKIUU TPOXO(POPHOH JMYMHKK M TEPEXOay K MPSAMOMY DPa3BHTHIO, XOTSA JUIS MHOTHX BHIOB

XapaKTEepHa O0JIroIiaBaromias muTaromaiacsa JHIYMHKa — BCJIUICp.
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Tab6auna 3.0.1. Cnucox Hanbosiee 4acTO MCIOJIB3YyEMbIX TEPMHHOB, XapaKTEPU3YIOLIUE Pa3HbIC

panysiel Gastropoda.

IIpunoxenue Kk riaase 3.

Tun paayJbl

Onucanne

I'pynnbi

1 | moxormoccHas

[TomepeuHsIit pA COCTOUT U3 HEMHOTOUUCIEHHBIX (10 13) 3y0oB.
3yOBl PACHOJIOXKEHBI BIOJIb paiyibl, MpHieras K Hel Bcei
MMOBECPXHOCTHIO B OCHOBAHHNHU, amnukKajibHass 4YacThb JlaT€paibHbIX

3y60B, KaxK IMpaBuIIoO MHUHEpAJIM30BaHa, MO2TOMY 3}’6])1

IpUoOpeTaeT KOPUIHEBYIO OKPACKY.

Patellogastropoda

2 pUunmMaorioccHas

Kax sl psim cOCTONT U3 HEHTPATBHOTO 3y0a U, ¢ KaXKJ0H CTOPOHBI

Heckonbko  (3-5) nmaTtepanbHBIX  3yOOB, caMmblii  KpaiHHI

JaTepanbHBIN 3y0 ObIBaeT yBemmdeH. MapriuHaipHbIe 3yObI KpaitHe
MHOTOYHCIIeHHbIE (10 70 ¢ KaKI0W CTOPOHBI OT JIaTEePaTbHBIX) U

OYCHDb BLITAHYTBIC.

Vetigastropoda,
Neritimorpha, «lower»

Heterobranchia

4 | TeHuorioccHas

[Momepeunslii psix comepkuT 7 3y0OoB. lleHTpaabHBIH OOBIYHO
3yOuaThiii, 10 OOKaM OT IEHTPAILHOrO 3y0a pacIojararoTcs 1o

OIHOMY JIaTCpAJIbHOMY U IEPE MapruHaJIbHBIX 3y6OB.

Caenogastropoda:
Littorinimorpha, «lower

Heterobranchia

5 JaKTHUJIOIJIOCCHaA

Bapuanmss  TeHwornoccHod  pamynsl.  LleHTpanmbHBIE  3y0

TpEyroJabHON (OPMBI, 3aTHYT Ha3all, TPEX3yOUaThIil TaTepanbHil 1

MapruHaimbHble  3yObl.  BHYTpeHHWI  marepanbHEIA  3y0

KOHWYECKHUH, 3arHyTbI Ha3aj], Hapy)KHbIC JaTepasibHbIE 3yOBI
IIUPOKHE, SHIIEBUAHBIC C MHOTOYHCICHHBIMA JUTHHHBIMH, Y3KUMH,
OJIMHAKOBBIMH,  M30THYTHIMH

najJb4aTbIMU BbIpOCTaMH o

BEpXHEMY Kparo.

Caenogastropoda: Ovulidae

7 | paxurioccHas

(cTeHorioccHasi)

Onun wiu Tpu 3y0a B psidy, Bcrpedaercs y Muricoidea. Kaxpiit
CTPEJIOBHIHBIN PS/I UMEET LEHTPATIbHBIN 3y0 M YacTo 1O OJHOMY
natepajbHOMY 3yOy C KaxIo# cTopoHbl. HekoTophie cemeiicTa
(manpumep, Marginellidae u GoxpmmucTBo Volutidae) umeror

TOJIBKO IICHTPAJIbHBIE 3yOBI.

Caenogastropoda:
Neogastropoda: Volutidae,
Volutomitridae,

Marginellidae n Cystiscidae

6 | HemarorioccHas

Moaudukanysi CTEHOTJIOCCHOM pajyJibl, COCTOUT M3 OJHOTO psijia

OUCHb JUJIMHHBIX IIEHTPAJIBHBIX 3y0OB, OOBIYHO C Tpems
JUCTabHBIMU Oyropkamu. IIpu mutaHuM 3TH 3yObl BBICTYHAIOT
yepe3 TpyOdaTyl0 dUeNIoCTh, HCIONB3YS 3YyOBl paxyibl JUis

MpOKaJIbIBAHUS ,H06I>I‘H/I.

Cancellariidae

8 OJOHTOTJIOCCHAsA

Tpu 3y0a B momepeyHOM psijly: HEHTPAIbHBIN 3y0 3arHyT Hasal,

3y09aThIii MO Kparo, IaTepatbHbIC 3yObl HETIOIBH)KHBI

Caenogastropoda:
Neogastropoda:
Fasciolariidae, Mitridae,

Lagenidae u Turbinellidae
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9 | ramuriIoCCHas Tpu 3yba B TOMEpedyHOM psimy: ITHPOKHM meHTpamsHeiM u | Neogastropoda: Muricidae,
MOJBMKHBIMU JIAT€PATbHBIMH. Buccinidae, Cassidulidae,
Olividae, Velutinidae
10 | punHHrIOCCHAS IMoarun  rumurioccHod pamyiael ¢ Gonee Menkumu u | Caenogastropoda
OJTHOPOIHBIMHY 3y0amu. Neogastropoda: Triphoridae
11 | mepBu4Has 116 3y60B B MOMEPEYHOM Py, IPUCYTCTBYET LEHTPaBHBIN 3y0, | Caenogastropoda
TOKCOTJIOCCHAs KOTOPBIi, HECMOTPSI Ha KPYITHBIE pasMepsl, valile Bcero, Toukuil u | Neogastropoda: Conoidea
cnabwIif,  JaTepanbHble  3yOBI  IMMPOKHME,  TrpebeHYaTHIe,
MapTHUHAIBHBIE 3yObl HE TIOJIBIE.
12 | merunuuHas IlenTpanbHEIi 1 MaTepaibHbIe 3yObl OTCYTCTBYIOT, MapruHansHeie | Caenogastropoda:
TOKCOTJIOCCHAs 3y0Bl HE TMOJble, WMEIOT BHA JucTOBHmHOM tumactmake ¢ | Neogastropoda: Conoidea
3a0CTPEHHOH BEPLIMHOM.
13 | TokcormoccHas LlenTpanbHbIi 3y6 OTCYTCTBYET, ABa MaprHHANLHEIX 3y0a B psaay. | Caenogastropoda:
3yOblI IIMIOBUIHEIE, CBEPHYTHIE, MTOJIBIE BHYTPH. Neogastropoda: Conoidea
14 | nreHornoccHas MHoroumcIeHHble, OJMHAKOBbIE 3yObl, opranusoBanHeie B | Epitoniidae, Cassidae,
GOJIBIIIOE KOJMYECTBO MPOIOIBHEIX PAIOB. Acteonidae.
15 | rumHOrIIOCCHAS 3y0BI pyAUMEHTAPHEI HIIA OTCYTCTBYIOT. Caenogastropoda
Neogastropoda: Terebridae,
Nassariidae, Omalaxidae,
Architectonicidae u
Cancellariidae
16 | cakorioccHast Onun 3y0 B 3apCTPEHHON BEpXYIIKOH JIJIsl MPOKaIbIBaHKs B psidy, | Heterobranchia: Sacoglossa
oTpaboTaHHbIe 3y0a CKalIMBaIOTCs B KApMaHe 10 PayJIoi.
17 | usomonTHas MHorouucieHHbIe, OJAMHAKOBBIE MeJKHME 3yObl B momepecHoMm | Heterobranchia:

pany.

Eupulmonata

45




3.1 CTPOEHME U PA3BUTHUE ITMIIINEJOBBIBATEJIBbHOI'O AIIITAPATA
PATELLOGASTROPODA

[MaremnoracTporo/ sl — OueHb KOMIAKTHAS 10 MOP(HOIOrHISCKAM MTPU3HAKAM M 3KOJIOTUH TPYIIIA.
N3-3a 0cOOEHHOCTEH CTPOCHHUS, B TOM YHUCIIE M TJIIOTOYHOTO BOOPYKEHHsI, TOT TaKCOH JIOJTOE BpEMs
BOCIIPUHHUMAJICS KaK HauboJiee «IIPUMUTHBHBINY U3 HBIHE )KUBYLIHX OPIOXOHOTHUX MOJUTIOCKOB ¥ CHHTAJICS
CECTPHHCKOM rpymmnoi Bcex apyrux ractponox (Colgan et al., 1999; Harasewych et al., 1997; Haszprunar,
1988; Nakano, Ozawa, 2004, 2007; Ponder, Lindberg, 1997). CoBpeMeHHbIC MPEICTABICHHUS, OCHOBAaHHBIC
Ha MOJIEKYJISIPHBIX JaHHbBIX, pacxomasarcs, u Patellogastropoda nmomemnaror kak B 0a3aibHOE MOJOKECHHUE
ractponion (Uribe et al., 2022), tak u conmmxarot ¢ Vetigastropoda (Cunha, Giribet, 2019).

CTpoeHue IIIOTOYHOTO BOOPYKEHUS, BKIIOYAs JOKOTJIOCCHYIO Pajyily M HEMapHYH YelOCThb, —
OMH W3 XapaKTePHbIX TMPHU3HAKOB rpymmnbl. JIOKOMJIOCCHAas pajayia COXpaHsAeT MpPU3HAKH
CTEpPEOTIIOCCHOCTH, TIOCKOJIbKY Kak Ha pabodyeMm Kpae, Tak ¥ B PaayJspHOM MEIIKe OHA HEe CrudaeTcs B
IPOJOJIBHOM HAaINpaBiIeHUH. Takoe >X€ COCTOSHHUE OTMEYEHO Yy paayl MOJUIIOCKOB W3 KIIACCOB
Monoplacophora, Polylacophora u Scaphopoda, 1 310 HaBoMIIO MaIaKOJIOTOB HA MBICIL O TOM, YTO TaKast
pajyia sBIseTCs UCXOTHOM I BCeX OPIOXOHOTUX MOJUTIOCKOB.

Baxxaas yepTa paays1 naTeiuioracTpornoj — MUHEpaln3alus JaTepabHbIX 3y0OB COCIMHEHUSIMH
’KeJie3a U KPEMHUSI, YTO BIIOJIHE 3aKOHOMEPHO, YYUTBIBAsi COCKPEOBIBAIOIINI TUIT MUTaHUS. TeM He MeHee
U3 BCeX OPIOXOHOTUX MOJUTIOCKOB TOJIBKO npeactaButesu Patellogastropoda munepanusytot 3y0bl rETUTOM
(Hua, Li, 2007; Liddiard et al., 2004; Rinkevich, 1993; Runham et al., 1969) — BTOpO#i MO MPOYHOCTH
nu30Mopdoii OKCHIa JKelle3a IMociie MarHeTHTa, KOTOPBIH HaiieH B 3ybax xurtonos (Macey, Brooker, 1996;
Wealthall et al., 2005). ITaremnoracTpornoasl, Kak ¥ XHUTOHBI, COCKPEOBIBAIOT OMOIUIEHKY C TBEPABIX
KaMHEeH, JIJIsl 4ero HeoOXOIUMBI 3yObl MOBBIIICHHOW TBEPAOCTH. DTOT THUI NMHUTAHHS MPUBOIUT TAKKE K
YIUTMHEHHUIO PaTyJibl, KOTOPAs TI0 JUTMHE MPEBBIIIACT [UIMHY PAKOBHUHBI.

KpomMe MuHepanu3anuu, OCHOBHOHM TeHICHIMEH MOIU(UKAIMA MHIEI00bIBATEIBHOTO amnmapara
TpyIIbBl MOKHO Ha3BaTh PEAYKLUHUIO 3yOOB B IONEPEYHOM psny (YMEHBLICHWE WM HCUYE3HOBEHHE
ICHTPAJIBHOTO M MapruHaibHbIX 3yOoB) (Sasaki, 1998). MaprunanbHbie 3yObl MOTYT OBITH IOJHOCTHIO
pelylMpOBaHbI WIIM IPUCYTCTBOBAThH B KOJMUYECTBE JIO TPEX IMap, JaTepalibHbIX OBIBACT OT JABYX JI0 IIECTH
nap. LleHTpanbHBId 3y0 WM MENKHH, WIM TOJHOCTHIO HcCYe3aeT. B oTiuume OT pajaylibl, YeCTh
HEBEPOSTHO KOHCEPBAaTHBHA MO MOPQOJIOTUU. Y BCEX HCCICAOBAHHBIX BHUJIOB IATEIUIOracTPOINO OHA
npe/ICTaBisieT cO00W HEMAPHYIO ABYXCIOWHYIO JIOPCO-TATEPATBHYIO CTPYKTYPY, 3aIHHE KPbUIbS KOTOPOIt
COEMHEHBI MYCKYJIaTypoii ¢ Xpsamu ogoHTodopa (Sasaki, 1998).

dopMHpOBaHUE PaIyJibl MOJOBO3PEIIBIX )KUBOTHBIX U3BECTHO TOJBKO MO OJIHOMY BHJIy M KpaifHe

dparmentapuo (Peters, 1979). Kak dopmupyrorcs U CHHTE3HPYIOTCS YEIIOCTH, HEU3BECTHO BOBCE.
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3akmazKa pagyisl B OHTOTEHE3€ BBISICHEHA TOJBKO IS HECKOJIBKHX BUAOB, HO 0€3 HUTOJIOTHMYECKHX
0COOEHHOCTEH.

Bce maremnoracTporno/ibl pa3sMHOXKAIOTCS, BBIMETBIBAS MOJIOBbIE MPOAYKTHl B TOJILY BOABI, /i€
IPOMCXOIUT OIJIOJOTBOpEHHE. Pa3zBuTHe JeMUTOTPOGHOE ¢ TNIAHKTOHHBIMUA TPOXO(OPHBIMU JINYMHKAMU
(Holyoak et al., 1999; Kay, Emlet, 2002; Nakano, Sasaki, 2011; Smith, 1935) u HenuTaromUMHUCS
sesmurepamu (Hadfield et al., 1997), 3a uckimoueHreM npeactaBuTencH poaa Erginus, y KoTopeix pa3sBuTHe
OPOXOJUT B MaHTHIHON monoctu. PaHHee pa3BUTHE ONMHUCAHO OYEHBb MOJIPOOHO JIi HECKOJBKUX BHUIOB
(Kosun u 1ip., 2013; Crofts, 1955; Holyoak et al., 1999; Kay, Emlet, 2002; Kessel, 1964; Kristof et al., 2016;
Nakano, Sasaki, 2011; Smith, 1935; Rivera-Ingraham, Garcia-Gomez 2010; Wanninger et al., 1999, 2000).

PasButre paaynsl ObUIO OMUCAaHO JUIs JABYX poaoB mnaremwtoractpomon. s Erginus sp.
npennonaraerca nepexoa oT matu (1.1.1.1.1) u cemu (1.2.1.2.1) 3y60oB B psigy y JTUYMHOK U MOJIOAH
BEJIMTEPOB COOTBETCTBEHHO K Iectd 3y06am B psamxy (0.3.0.3.0) y B3pocibix ocobeii (Uepnsies, 2018).
Cwmut (Smith, 1935) ommcan tpanchopmarmio paayisl Bo Bpems passutus Patella vulgata. ®opmya
panynsl u3mensiercs ot 0.1.1.1.0 y Benurepos 10 1.2.1.2.1 y roBeHHWIBHBIX 0c00€eH, a 3atem 110 3.1.2.0.2.1.3
y TO3HEN MOJIOAM C HENOBPEKAECHHOU BEIIMI€PHOU PAKOBUHOM.

Hukakux 1OMONHUTENBHBIX TaHHBIX 10 (POPMUPOBAHUIO BETUTEPHOM paayibl HET, B TOM YUCIIE MO
THECTOJIOTHIECKOMY M TeM 0oJiee YIbTPATOHKOMY CTPOCHHIO.

B sTo0li riiaBe mpeacTaBiaeHbl OpUTMHANIBHBIE JaHHbIE 10 (YOPMUPOBAHUIO M POCTY YETIOCTEN Pa3HbIX
IpeCcTaBUTENIel MaTeNIoracTpono, AeTajJbHOe ONucaHue (OPMHUPOBAHMS pagyibl M YENOCTe Ha
yIBTPacTPyKTYpPHOM ypoBHe y onxHoro Buzma — Testudinalia testudinalis. M3yueno pannee pasputue T.
testudinalis ¢ uenpro BbIsBICHUS 00HICH MOP(HOJIOTHU BEIUTCPHON pajaylibl, BpeMEHH €€ 3aKIaIkd U
YJIBTPATOHKOTO CTPOEHUS paayisipHOro Menrka. OObeKToM AJis U3ydeHHst MOp(pOoJIoTuu, OPMUPOBAHUS U
3aKJIaJIKK TJIOTOYHOTO BOOPYIKEHHSI B OHTOT'€HEe3¢e CTal OelnoMopckuil Buj naremuioractpornoz Testudinalia
testudinalis, oObr4HbI OOUTAaTENF KAMEHUCTOW JHTOpany Onvmkaimux okpectHocteidr BBC MI'Y. Beero
ObL10 U3yueHo 195 TMUMHOK Ha pa3HbIX cTaausax v 30 B3pocibiX 0c00el pa3HBIMU METOIaMU MUKPOCKOITUHT
(Tabnuua 2, ITpunoxxenue k riase 2). MaTtepuanom ajs U3y4eHUs! CTPOCHHUS YeI0CTel MaTeuioracTporiosn

nocyxuio 35 ocobeit cemu Bua0B U3 SAnoHckoro u bemoro Mopeit, n3ydeHHbBIX ¢ moMorisio COM.

PesyabTaTsl
Crtpoenue OykkajabHOro kommiekca Testudinalia testudinalis

Teno Testudinalia testudinalis mokpeiTo 6aroneuxkoBunHON pakoBuHOM (Pucynok 3.1.1 a). 'onosa
HEe BBIXOAUT 3a pakoBuHy (Pucynok 3.1.1 a, 0). PotoBoe otrBepctme T. testudinalis otkpeiBacTcs ¢
BCHTPAJILHOM CTOPOHBI ¥ OKPY’KEHO BHEITHUMH I'y0amH, 110 opMe HAIOMUHAIOIIUMY TTOIKOBY (PucyHoK

3.1.1 B). PotoBoe oTBepcTHE BeAET B OYKKAJIBbHYIO MOJIOCTh, C BEHTPAIbHON CTOPOHBI OYKKaJIbHOM MOJIOCTH
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orxoauT y3kui numeBon (Pucynok 3.1.2 a, 6), KOTOphIM pacmiupsieTcs B JBa JIaTepaJbHBIX KapMaHa
(Pucynok 3.1.2 6, B). B numieBo1 OTKPBIBAIOTCS CIIOHHBIE JKEJIC3BI.

I'motounoe Boopyxenue T. testudinalis cocrout u3 yemoctu u pamynsl (Pucynok 3.1.2, 3.1.3).
Yemocts HenapHas (PucyHok 3.1.4), 3aHMMaeT 1opco-iarepajbHOe MONI0KEHHE B OYKKaJIbHON MOJIOCTH
HanpoTuB pabouero kpas panynsl (Pucynok 3.1.2 a 6; 3.1.3 a). M0>XHO BbIIEIUTH JIBE YACTH YEIIOCTH:
cBOOOJHBIE Kpas (IepeJHHE M 3aJHUE KPbUIbs) U CPEIAMHHYIO IUIACTHHKY, KOTOPas COEAMHSAET KPbUIbs
(Pucynoxk 3.1.3 0, B; 3.1.4). Ilepenuue Kpbuibsi CBOOOAHO JieKaT B OYKKAJIbHOM MOJOCTH U MOKPBIBAIOT
Oombiryto e€ yactb (PucyHok 3.1.2 B). 3agH1e KpbUIbsl TOJIHOCTHIO NTOTPY’KEHBI B anutenuil (Pucynok 3.1.2
B, T). KymomooOpa3nasi cpenuHHas TIUIAaCTUHKA TIOKPBIBACT OOJIBIIYIO JOPCO-JIATEPATbHYI0 YacTh
OyKKaJIbHOM I10JIOCTU HAIIPOTHB paboyero kpas paayiibl. BepxHss 4acTb IUNIACTUHKH TAaKKe IMOIPY’KEHa B
snureaui (Pucynok 3.1.2 a, 6; 3.1.3 a, 6; 3.1.5 B). YUemocTh M pajyiia COEAMHEHBI B EIUHBIN
NUIEA00bIBATEIbHBI KOMIUIEKC MYCKYJATypOil, KOTOpash MPOCTPAHCTBEHHO CIJIOKHO OpraHM30BaHa
(Pucynoxk 3.1.5 a, 6). /IBe nmapbl npoTpakToOpoB payJibl JIeKaT HUXKE Xpsia ogoHTodopa (Pucynok 3.1.5 a,
6). bonee kpynHas Mbla UAET OT ONOHTOOPA K 3aAHUM KpblibsaM (PucyHok 3.1.5 B, '), a MeHee KpynHas
BEHTpaJIbHAsi — K NepeIHUM KpblibsaM (Pucynok 3.1.5 B, n).

Panyna T. testudinalis, kak 1 Bcex maTeyuioracTpono, OTHOCUTCS K JOKOrJIoccHOMY Tulty (PucyHok
3.1.6). Pamyna camoii KpynmHOU UCCIIeIOBAHHON 0c00H (JyMHA pakoBHHBI 2.1 ¢M) mocturaet 2.3 ¢M B JJTHHY
u cojepxut 10 110 nmomepeuyHsix psaoB. bonblnas yacTk paaysbl pacnoiokeHa B paaysIspHOM MeEIIKe,
KOTOPBIM JenaeT NeTiau B BUCLEepalibHOM Melke. OCHOBBIBAsICh HAa CTPOEHHM 3yOOB, B pajaysie MOXHO
BBIJICJIUTH IIECTh 30H: 30Ha (opMHUpOBaHUs — C 1-ro 1o 5-if psin 3y6oB (Pucynok 3.1.6 a; 3.1.7 a, 6), 30Ha
co3peBanust — ¢ 5-ro 1o 21-36-ii psin (Pucynok 3.1.6 1, 1, 3), 3oHa Munepamsanuu (36—45 psibl) (PucyHok
3.1.7 B-3), 30Ha 3penbix 3y00B (87-91 psansr) (Pucynok 3.1.6 6, B; 3.1.7 u-0), paboyast 30Ha (vwim pabounii
kpaii) — oT 87-91-ro no 90—-100-ro psaor (Pucynok 3.1.6 €) u 30Ha aerpananuu (mocieanue 7-10 psaoB
3y6oB) (Pucynok 3.1.6 e). Pasmep 3y00B, X MIOTHOCTHh M COCTAB 3aBUCAT OT 30HBI: OoJiee MITKHE B 30HE
(dopmupoBaHus, IO MEpe MPOJBUKEHHUS OT CJIENIOr0 KOHIA PAaIyJISIPHOTO MEIIKa K MPOCBETY OyKKaIbHOH
HOJIOCTH 3yObI cTaHOBsTCs Ooiee TBEPAbIME (PucyHOK 3.1.6).

30Ha (QOpPMHPOBAaHUS paaysbl pacloNoXKeHa B CIENOM KOHIE pagyJspHOrO MeIKa H
nojBopauuBaercs noxa panyny (Pucynok 3.1.7 a, 6). HoBele 3yObl mocturaioT B BbicOTy 50—60 MKM
(Pucynok 3.1.6 1, x), a 3pesnbie — 150 MM (PucyHnok 3.1.6 6, B, €¢). BHOBb CHHTE3HPOBaHHBIC 3yObl MATKHUE,
IpO3pavHbIe MO CBETOBBIM MUKpockonoM (Pucynok 3.1.7 6). B 30He co3peBanus 3yObl cTaHOBATCA OoJiee
IUIOTHBIMM, HO emé He npuoOpeTaoT ¢uHaIbHYI0 GopMmy 3penbix 3yooB (Pucynok 3.1.6 r-m). 3oHa
MUHEPATU3aLUN OTJINYAETCS OPaH)KEBBIM WJIM KOPUYHEBBIM IBeTOM 3nutenus (Pucynok 3.1.7 B, a, x).

Okpacka, MapKHUpyIoIas HEMOJIMMEPU30BaHHBIN XUTHH MOKa3aja, YTO B 30HE CO3PEBAHUS U B HAYaJI€ 30HbI
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MUHEpATU3aluu BCs paayia UMeeT paBHOMepHBbI curHan (Pucynok 3.1.7 B, r). [lo Mmepe Munepanuzanuu
BepXymku 3y0oB Tepsitor curHan (Pucynok 3.1.7 n-3). Korga 3yOwsl gocTuraroT 3penocTd, CHTHal OT
Kpacurels OTMevaeTcs TOJbKO B OCHOBaHMHU 3y00B (Pucynok 3.1.7 xk, 3). 30Ha 3penbIx 3y00B COCTaBIIsSET
OOJBIIYI0O YacTh paayJibl, CKBO3b SIMUTENUIl MPOCBEYUBAIOTCS 3yObl C HMHTEHCHBHO OKpaIllCHHBIMHU
KopuuHeBbIMU KopoHKaMu (Pucynok 3.1.7 u, 1, H). Henonaumeprus3oBaHHBIM XUTHH BCTpEYaeTcs TOJIBKO
BOKPYT OCHOBaHHMsI 3THX 3y0O0B, KaK U B KOHIIE 30HbI MuHepanu3anuu (Pucynok 3.1.7 u-m). Pabounii kpait
panynel T. testudinalis nexxur Ha ononTOdOpe (Pucynok 3.1.2 a, 6; 3.1.3 a), KOTOPBII COCTOUT U3 IBYX Iap
Xpsileit 1 MeXXpsiieBoil Myckyaatypsl (Pucynok 3.1.2 6, r; 3.1.5). B paiione ogonTodopa popMupyrorcs
KPBUIOBU/IHBIE MIPUIATKU PALyJIIpHOH MeMOpaHbl, KOTOpbIE OTHOAOT OJOHTO(POP, YKPEIIsisi COETUHEHHE
panyinsl ¢ HuM (Pucynok 3.1.6 e). [lox paxynspHoi MeMOpaHO# pacroyiaraercs cyopanyispHas MeMOpaHa
— JIONOJHUTENbHAS TMPOCIOHKAa MEXAy OJOHTOGOpPOM M pPaayJiol, KOTopas OOecHeuMBaeT Jydllee
CKOJIbKEHUE pabouero Kpas BA0JIb OJOHTO(Opa.

[Tonepeunslit psia pamysibl COCTOUT U3 YETHIPEX 3yOOB: IBYX BHYTPEHHUX, COJMIKEHHBIX JIPYT C
JPyroM M OTHECEHHBIX BIEPEA, W JBYX BHEIIHUX JaTepalbHbIX — 00Jiee MIMPOKO PACCTABICHHBIX U
oTHecéHHBIX Hazan (popmyna 0-2-0-2-0). BuyTpenHuit 3y0 uMeeT MJIMHHOE OCHOBaHHME, HEMHOI'O
3axojdilee Mo ocHoBaHue BHemrHero 3y0a (Pucynok 3.1.6 6, B). HapyxHble 3yObl HMEIOT HEOOJNbIITHE
natepanbhbie Jonactu (Pucynok 3.1.6 0, B). lllupuna pagynsipHOit MeMOpaHbl MOCTOSIHHA TI0 BCEH JIITMHE
panynsl. PanynspHas MeMOpaHa pas3jieieHa Ha CETMEHTbHI, KaXIblii M3 KOTOPBIX COOTBETCTBYET
nonepeunomy psny (Pucynok 3.1.6 6, 1, e, 3).

Cmpoenue padynapnozo meuwika

Pangynspupiii Memok mpeAcTaBisieT COOOM WHBarMHAIMIO OyKKaJbHOTO JSmuTenus. Pamgyrna
MOJICTUIIAETCS CyOpaayIipHBIM (HUKHHM) SMUTEITHUEM U OKpPY’KE€Ha CBEpXY M ¢ OOKOB CylpapaayisipHbIM
(BepxHUM) 3muTenueM. 30Ha (HOpPMUPOBAHMS pacHojaraeTcs B CIENOM KOHIE pagyJIsIpHOTO MeUIKa U
npescTaBiIsieT cobol pacmupenne oBaiabHOU (opmbl (Pucynok 3.1.7 a, 6) mmpunoir 640—670 MKkM U
tonuHon 390420 mxm (Pucynok 3.1.7 a, 6). YeTslpe rpymnmsl 0AOHTOOIACTOB PAaCIOJIOKEHBI B
TepMuHaIBbHOW YacTh (Pucynok 3.1.7 6; 3.1.8 a; 3.1.9). Kaxnas rpynma oJOHTO0JIACTOB CHHTE3UPYET OJTUH
3y6 (Pucynok 3.1.9 1, e). HoBooOpa3oBaHHbIe 3y0Obl 3aHUMAIOT BEPTUKAIBHOE MOJIOKEHHUE B PALYISIPHOM
memke (Pucynok 3.1.9 a, 6, a1, e; 3.1.10 a-B). B 310if 30He MOryT OBITH OOHApY’KEHBI 3yObl Ha Pa3HBIX
cTagusx GOPMHPOBAHUS, TAKUM 00pa3oM HaOJF0IaeTCsl aCHHXPOHHOCTh B (JOPMHUPOBAHUH 3yOOB OHOTO
pana (Pucynok 3.1.8 1, e). B mepBbIx 4eThIpéX psiiax HOBOC(HOPMHUpPOBaHHBIE 3yObl pacroiararTcs
Xa0TUYHO, He GopMupys npaBuibHON KoHuUrypanuu (Pucynok 3.1.8 a, 6; 3.1.9 a, 6, r). PerynspHocts

MOSIBJISIETCS TOJBKO K IATOMY Py .
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Panynsipnas MmemOpaHa y HCCIEOBaHHBIX 0coOel (opMHpyeTcs Ha HEKOTOPOM YIAJICHUH OT
0JIOHTO0JIaCTOB, HAa MecTe Tepernda 30HbI popmupoBanus (Pucynok 3.1.8 a, 6; 3.1.9 a-r; 3.1.10 a; 3.1.11
B, €). I'pynnbsl MeMOpaHOOJIACTOB pacroiararoTcsi B KOHIE 30HBI (DOPMHMPOBAHUS OTIENBHO OT
ononrobnacroB (Pucynok 3.1.10 a, e; 3.1.11 e). IIpocTpaHCTBO MEXIy OJOHTO- U MeMOpaHOOJIacTaMu
3aHSITO MHOTOUYMCIIEHHBIMH CKJIaJIKAMU dIUTENNs paayisipHoro memka (Pucynok 3.1.10 a-6, r-x; 3.1.11 r-
7).

PanynspHplii  MEIIOK TOKPBIT COEAMHUTEIBHOTKAHHOW 000JI0UKOH, KOTOpas COCTOMT W3
KOJUIAT€HOBOTO MATpPUKCAa M OTIEIbHBIX MbIIeYHbIX KiIeTOK (Pucynok 3.1.12). Dra oOosiouka nmeer
MOCTOSIHHYIO TOJNIIMHY 1 MKM IO BCEeH JIJIMHE pajyJsibl, 3a UCKJIIIOUEHUEM TEX MECT, I'Jileé MEUIOK pajyJibl
u3rubaercs. Ha usruGe ¢ BeHTpanbHOM U 10OpcalibHON CTOPOH 000J104Ka pa3zpacTaeTcs (TOIIMHA JOCTUTAET
15 MxMm) u obpasyer onopHyto cTpykTypy (Pucynok 3.1.8 a; 3.1.10 a, e; 3.1.11 B-x). Pacnonoxenue
MBIILIEYHBIX BOJIOKOH B 000JI0UKE U OIIOPHON CTPYKTYPE Pa3HOE: KOJIbLIEBBIE BOJIOKHA B 000J10uKe (PrcyHOK
3.1.12 a, 6) 1 IPOAOIBLHO OPUEHTUPOBAHHBIE MUO(DUIAMEHTHI B OIIOpHOI1 cTpykType (PucyHnok 3.1.12 a, B-
7).

YabTpaToHKOe cCTpoeHHe OYKKaJILHOro Komiuiekca Testudinalia testudinalis

bykkanonuiii snumenuii. bykkanbHas M0OJ0CTh BbICTJIAaHA OJHOCIONHBIM SIUTEIUEM, COCTOAIINM
U3 HWIMHAPUYECKUX KJIETOK, KOTOPbIE COEIMHEHBbl aJre3WBHBIMH KOHTAKTaMH B alHMKaJIbHON YacTH
(Pucynox 3.1.13-3.1.14). OcHOBHBIC pa3au4Msl KacarTCS BBICOTHI KJIETOK, CTENEHH Pa3BUTHUS
9H/IOMJIA3MaTHYECKOTO PETUKYIIyMa, TOJIIUHBL U CTPYKTYphl KyTHKYJIbl. BpicoTa KiIeTOK BapbHpyerT oT 15
MKM Ha TpaHUIle MEXIy MUIIeBOJOM M poToBod mojocTthio (Pucynok 3.1.13 6) go 19 mxm Ommxke K
snutenuio pra (Pucynok 3.1.13 r). DnurenuanbHble KJIETKH MOJICTUIAIOTCS TOHKOM 3JIEKTPOHHO-TUIOTHOM
6azanpHoit TtactTuHKOM (0.07-0.14 Mmxm) (Pucynox 3.1.13 6, 1, e; 3.1.14 a, 6). OBanbHBIEC sAIpa
pacroio’keHsl B OCHOBaHUU snuTenus. [llepoxoBaTelii 3HAOIUIA3MATHYECKUN PETUKYIIYM XOPOILIO Pa3BUT
B 0a3aJIbHOM YaCTH BCEX MMHUTETUANBHBIX KIETKOK OyKkanbHO# monoctu (Pucynok 3.1.13 1, e; 3.1.14 a, 0).
[MuTormmasMa BKIIFOYaeT MHOKECTBO CPEPUUIECKUX BE3UKYI (quamMmeTpoM okoiio 0.6—1 MKM) ¢ 2IeKTpOHHO-
wioTHeIM MaTepuaioM (Pucynok 3.1.13 6, r, e; 3.1.14 a, 0). DIeKTpOHHO-TIPO3pauHbIE BE3UKYJIbI
HeNpaBWIBHOW (DOPMBI COCPEOTOUYEHBI B alMKaIbHOM YacTH KJIETOK B MOrpaHMYHON OOIAaCTH MEXIY
MUILEBOJIOM M POTOBOM MOJOCTHIO U B SMIUTENINU BHYTPEHHEHN Ir'yObl B 001aCTH, OJIM3KOM K IepeIHeEMY Kpato
yemoct (Pucynok 3.1.13 6). ToHOGMIAMEHTHI POXOAST B alMKO-0a3aIbHOM HAIpPABIICHUH, 3aXOJST B
MUKPOBHWITM M KPEIATCS Moy aecMocomaMu K Kytukyie (Pucynok 3.1.13 6, 1, e; 3.1.14 a, 0, cTpenku) BO
BCEX YacTAX OYKKaJbHOIO SMMTENHSA. DNUTENUI MOKPBIT KyTHKYJOH, TOJIIMHA KOTOPOH BapbUpyeT B
pa3HbIX YacTsax OyKKaiabHOM nojocTH. Ha rpanuiie numeBo1a KyTHKYJIa JocTUraeT 3.5 MkM. Bcio Tonmuny

KyTHKYJIbI IIPOHU3BIBAIOT MUKPOBWIN. B KyTHKyJie MOXHO BBIJENIUTH JIBAa CJIOSI: BHEUIHUM (TONIIMHON
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OKOJIO 1 MKM), coteprKamuii 3JeKTpOHHO-TIOTHBIE chepudeckue rpanyiisl (auamerpom 0.05-0.07 Mkm),
BHYTPEHHUH, O0JIee 3JIEKTPOHHO-TIPO3pavHbIi cioit 63 rpanyi (Pucynok 3.1.13 6, B). DnuTenuii HampoOTHUB
pabodero kpasi paayibl MOKPBIT TOJICTON OAHOPOAHON KYTHUKYJIOW (TommuHa 10 9 MkM). B 3ol ob6mactu
MUKPOBWTM JIOXOJAT TOJIBKO /10 TOJIOBUHBI TOJIIMHBI KYTHKYJIBI M HE JIOCTUTAIOT BHELIHErO CJIOSl.
ONEeKTPOHHO-IIJIOTHBIE KOJUIareHOBbIE BOJIOKHAa U cdepuueckue rpanyisl (0.12 MKM B auamerpe)
MHOTOYHUCJICHHBI 110 BCeW TonmuHe KyTHKYJBI (PucyHok 3.1.13 r-¢). KiteTku snuTenwsi, BRICTHIIAIOIIETO
BHYTpEHHHUE TyObl, BBITIHYTOW (OPMBI C 3IEKTPOHHO-TIOTHOM LUTOMIA3MONH M TOHO(UIAMEHTaMH,
MPOHUBBIBAIONIUMHU WX OT Oa3ajabHOW IUIACTHHKH 10 KyTukyibel (Pucynok 3.1.14 a, 0). Kyrukyna
BHYTPEHHUX I'y0 B paiioHE pOTOBOTO OTBEPCTHS CUIBLHO BUJAOM3MEHEHA: Ha MOJyTOHKUX CPe3ax BUJIHO, UTO
oHa 3y0Ouaras. OnuH 3y0ell COOTBETCTBYET OJTHOM KJIeTKe, Jexaren moj HuM (Pucynok 3.1.14 a). Beicora
3y0unkoB gocturaer 20 MkM. MHOTOYHMCICHHBIE MUKPOBUJUIA MPOHU3BIBAIOT BCIO TONIIUHY KYTHKYJIbI
(Pucynok 3.1.14 a, 6). DIeKTpPOHHO-TUIOTHBIC BOJIOKHA M chepudeckue rpanyisl (auamerpom 0.1-0.17
MKM) TaK€ PacIioioKeHbI TI0 BCel TomuHe KyTuKybl (Pucynok 3.1.14 a, 0, T, ).

Yentocmu u cnamornumenuit. Yemocts mnpeactaBiseT co0oil MoaupUKaLUIO KYTUKYJBl U
CHUHTE3UPYETCs CIIEHUATIM3UPOBAHHBIM SIUTEIUEM (THATOANUTENUEM ). MOKHO BBIIEIUTH TPU 30HBI pOCTa
YeNIOCTH: OJIHA PACIOJIOKEHA B alMUKaIbHOM YacTu mepenHux KpbuibeB (Pucynok 3.1.15 6), npyras
OKpY’aeT 3aJ{H1E KPbLIbs B MECTaX MOrPYKEHUS U TPEThs MOJCTHIIAET CPEIHION YacTh yentocTu (PucyHok
3.1.17). Ilepenaue Kpblabsi CBOOOHO JexkaT B OykkanbHOU mmonoctu (Pucynok 3.1.3 B, 1; 3.1.2 a-B; 3.1.15
a) u popMHpyIOTCs cKiaakoi rHatodnutenus (Pucynok 3.1.15 6, B). DTa yacTh YENIOCTH TPEICTABIISACT
co0Ol HEOJHOPOAHYIO CTPYKTYpPYy C MHOTOYUCIEHHBIMH 3JEKTPOHHO-IUIOTHBIMH CTEP>KHEBUIHBIMU
ayieMeHTaMu (MakcuManbHast anuHa 0.7 MKM), XaOTUYHO paclpeaeNEHHbIMU 110 BCEH TOJNIUHE TIACTUHBI
(Pucynox 3.1.15 B). MUKpOBWJUIM THATOSMUTENNS B CPEAHEN YacTH YEIIOCTU pa3BUTHI cinadbo (PucyHok
3.1.15 B), IpOHMU3BIBAIOT YEIIOCTh W3HYTPH B aANMKAIBHOW YacTH. MUKPOBWJUIM 3aXOJST B IUIACTHHY
YeJIOCTH NMpUMepHO Ha 10 MKM, HO HE MPOHMKAIOT yepe3 Bcro yentocTh (Pucynok 3.1.15 6, r). 3aanue
KpBUIbSl MPEICTABISAIOT cO00M TONCTyIO0 (MakcuMaibHas TodmKHA 20 MKM) OAHOCIONMHYIO IUIACTUHKY.
Cxiagka rHatosnuTenusi, (GOPMHUPYIOLIEro 3aJHUE KPbUIbs, 3aXOJUT C OOKOB TOJOBBI JalieKO Haszal
(Pucynox 3.1.2 B, T1). CpenuHHas TIUIACTMHKA JABYXCJOWHAs, (GOPMHUPYETCS ABYMS CKJIAIKaAMH
rHatonurenus (Pucynok 3.1.15 a). BHemHuil (mepBblil) CIIOH YENIOCTH BOJOKHUCTBIM  C
MHOTOYHUCJICHHBIMH 3JIEKTPOHHO-TUIOTHBIMU Tpanyiamu (auamerpoMm 0.05-0.07 mxm) (Pucynok 3.1.16 6-
1). DTOT CJIOW MOKpBIBaeT Oa3anbHBINA (BTOpOH) cioit uemtoctu (Pucynok 3.1.16 a; 3.1.17 r, 1; 3.1.18 a).
MakcumManpHasi TONIIMHA TEPBOTO CIIOS B CEPEAMHE MEpeqHEH YacTH YEeNTIOCTH COCTaBisAeT 2—2.5 MKM

(Pucynoxk 3.1.17 x1; 3.1.18 a). bazanensiii cinoit uentoctu (Pucynok 3.1.18 a) umeeT 0OAHOPOIHYIO CTPYKTYPY
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0e3 BE3WKyJl; MHUKPOBWJUIM HEMHOTOYHMCIEHHBIE U JI0BOJbHO KopoTkue (Pucynoxk 3.1.18 a-B).
TonodwramenTs! 3axoasT B MukpoBuum (Pucynok 3.1.17 6, B).

['Hatosnurtenuii mo ¢gopmMe M CTPOCHHUIO CYIIECTBEHHO OTJIMYACTCS OT SMUTENHS, MOKPHIBAIOIIETO
OCTaTbHYI) YacTh OYyKKalbHOW MOJIOCTH. ['HATOAMHUTENUH COCTOMT W3 BBICOKMX KIETOK, KOTOpHIC
YAJUHSIOTCS B anuKaibHOU obsactu ckinanok (Pucynox 3.1.15 6, B; 3.1.18 a). Snpa oBasibHOI (hopMbI
pacrnosoxkeHsl B 0a3albHOM 4YacTH KJEeTOK. LluTorumasma CcOIEp:KUT 3JIEKTPOHHO-TIOTHBIE BaKyoOId
(MakcuManbHbpli guamerp 0.75 MKM) M XOpOLIO pa3BUTHIA TI'PaHYJIMPOBAHHBIA 3SHAOIUIA3MATHYECKUN
petuxkyinym (OIIP). MukpoBWIIM IEpPBOM SHUTENNAIBHOW CKJIAJAKHM CpEeAHEH dYacTH 4YeloCTU
HeMHorouuciaeHHsl (Pucynok 3.1.16 B, 1). B cpenneit vactu 4emr0CTH MUKPOBUIUIA HETITYOOKO MPOXOIAT B
YeMroCTHYI0 TuIacTHHKY (Pucynok 3.1.17 a1, €), 4ToO MOXKET CBHAETEIbCTBOBATH O CJIA00N CEKPETOPHOM
aKTUBHOCTH. [IpOCTpaHCTBO MKy SMUTEIUEM U YENIOCTHIO (MAKCUMYM | MKM) 3aII0JIHEHO JIEKTPOHHO-
npo3paunbiM MaTpukcoM (Pucynok 3.1.17 ). Cknanka raarosnurenusi, GOpMHUPYIOIIETo 0a3aibHYyIO 4acTh
CPEIMHHON YEFOCTHOM IUIACTUHKU, COCTOUT U3 BBITSHYTHIX KJIETOK C XOPOILIO Pa3BUTHIMU MUKPOBHILISIMU,
rIyOOKO IpoHUKaromumMu B 4demtocTh (Pucynok 3.1.18 a-r), 4to Ciiy’XHT MOKa3zareieM IMOCTOSHHOTO
CUHTE3a YEIIIOCTH.

Dnumenuit 30n6l popmuposanus paodynvlt COCTOUT U3 BBICOKOCIEHUATU3UPOBAHHBIX KJIETOK,
CUHTE3upyolmMX 3yObl (omoHTOONAacTel) U MeMmMOpaHy (MemOpaHoOiacTel). Bepiensior Takxke
cyOpanymsipHbIid SNUTENUH, MOACTUIAIONINI MeMOpaHy, U CympaparylapHbIA, KOTOPBIHA pacroyiaraercs
CBEPXY padyiibl U 3aX0UT MEXKIY 3y0amu.

Ooonmobnacmer u 3y0ul. OauH 3y0 GopMUpyETCs TPYNIONW OJOHTOOIACTOB, KOTOPAsi COAEPKUT
ThIcsiuM KJeTok (Pucynok 3.1.11 a, 6). I'pynmsr ononToOMaCcTOB OTAENEHBI APYT OT Apyra (Pucynok 3.1.11
T, J) YAJUHEHHBIMU BCTaBOYHBIMU KJETKaMHU. Y3Ku# (2.5-3 MKM) U oueHb Bbicokuil (10 170 mkm)
OJIOHTOOJIACT MOKHO YCJIOBHO pa3fenuth Ha ABe yacTtu (Pucynok 3.1.19 a, 6, B, 1): 6a3anbHyt0, KOTOpas
COJICPXKHUT S/IPO, SHAOIUIA3MAaTHUYECKUN peTUKYIyM U anmapat ['onbmku (Pucynok 3.1.19 g, k; 3.1.20 6, B),
U aNMKaJIbHYI0 C MHOTOYHMCIEHHBIMM MUTOXOHJPHUSIMHU M 3JIEKTPOHHO-IUIOTHBIMU TpaHysamu (PucyHox
3.1.19 B, 1; 3.1.20 a). DneKTpOHHO-TIIIOTHAs Oa3anbHas MiacTUHKA A0 0.4 MKM TOJIIUHOMW TMOACTHIIAET
ononTobsactel (Pucynok 3.1.19 x). OBanbHbIe simpa (2%13 MKM) pacrosioXKeHbl Ha pa3HbIX YPOBHSX,
co3maBas BriedatiaeHue crparudumupoBanHHoro snutenus (Pucynok 3.1.19 6, n). CunreTndeckuil anmapar
pacIoyioKeH B anuKadbHOW M cpenHeil yacTsax omoHToOnactoB (Pucynok 3.1.20 6-mx). MukpoTpy60ouku
TSAHYTCS OT 06a3aIpHON MeMOpaHbI 0 aMMKAJIBHON YacTh BIOJb Bcero omonTobmacta (Pucynok 3.1.20 r).
Knetounsle KOHTAaKThl COEOUHSIOT OJOHTOONACTHI B AaMHKAIbHOW YacTU. AJTE3UBHBIE KOHTAKTHI

bopMUPYIOT SIPKO BBIpaKeHHBIH mosic anare3uu (Pucynok 3.1.20 a, e, 3). basanbHble Tena pacnonararTcs B
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anyKaJIbHOW YacTH KJIETOK o1 30H0M anare3uu (Pucynok 3.1.20 a, 3). KneTku-paznenurenu OTIMYAIOTCS OT
0JIOHTO0JIacTOB OoJIee TIOTHOM 1uToruIazmoit (Pucynok 3.1.20 3).

HoBooOpazoBaHHBIi 3y0 COCTOMT M3 MHOTOYMCIEHHBIX 3JIEKTPOHHO-TPO3PAUHBIX My3bIPHKOB
(Pucynoxk 3.1.20 x). Bo BpeMsi co3peBaHMs KOJIMYECTBO IMy3BIPHKOB, COCTABIISIONINX 3y0, YMEHbIIAeTCs,
BO3MOXKHO H3-3a ux ciusHus (Pucynok 3.1.21 B, 1,). B nenrpanbHOi M anukaibHOM 4YacTax 3y0a
MOSIBJISIFOTCSI KOPOTKHE M TOHKHE AJICKTPOHHO-TUIOTHBIE BojlokHa (Pucynok 3.1.21 1, €). OTu BonokHa
o0pazytoT ToscTbie pudbpmiisl (Pucynok 3.1.21 x-u). HoBooOpazoBaHHblii 3y0 umeet Gpopmy 3penoro 3yoa
U COCTOMT M3 OJHOPOJHOIO MaTrepuana C TOJCTBIMU TMPOJIOJIBHO OPUEHTHPOBAHHBIMU (GHOpHIUIAMHU
(Pucynox 3.1.21 x, wu). JlampHelmme cTaguyd CO3pEBaHMUSI TPOUCXONAT B CKIAgKax Cyo0-
cynpapanyisapHoro snutenueB (Pucynok 3.1.10 m, e; 3.1.11 m) mo mecta mpUKpeIUICHUsST K MeMOpaHe
(Pucynox 3.1.21 x, 3; 3.1.22 6, B).

Ha cpe3ax Obuta oOHapy»XeHa 30Ha Jerpajalid OJAOHTOOJIACTOB, PACIONOKEHHAS B CPEOHEU HX
yactu (Pucynok 3.1.19 6). Jlerpamauusi, BEpOATHO, TPOUCXOJNUT HA MOCICAHUX CTATUAX (HOPMHUPOBAHHS
3y6a. Bo Bpems nmerpamanuu ogoHTOOIACTOB MOXKHO HaOIIOaTh MUKHOTUYECKHUE s/Ipa, B IIMTOILIa3Me
HOSBIISIIOTCSI MHOTOUYMCIIEHHBIE BaKyOJIM DPa3IUYHOM 3yeKTpoHHOU muoTHocTu (Pucynok 3.1.19 e, 3),
KJIeTOYHbIe MeMOpaHbl pa3pymatorcs (Pucynok 3.1.19 e).

Membpanobnracmer u membpana. 30Ha MeMOPaHOOJIACTOB pACIONOKEHA B KOHIIE 30HBI
dbopMHupoBaHHs paxysbl B MecTe u3ruda pamynsapHoro memka (Pucynok 3.1.10 a, €). MeMOpaHOoOIacThI
OTIIUYAIOTCS OT OJOHTOOIACTOB MO pa3MepPy, OHU TaK K€ BRITAHYTHI, HO HeMHoro 1upe (Pucynok 3.1.22 a,
0; 3.1.23 a, B). Tak xe KaKk U y OJOHTOOJACTOB, y MEMOPaHOOJIACTOB XOPOIIO pa3BUT CHHTETUYECKUN
anmnapar, COCTOSALIMI W3 IIepOXOBATOrO 3HJOIIIA3MATUYECKOTO PETHKYJyMa M ammapara [ oybku
(Pucynok 3.1.22 6; 3.1.23 6). lluromiazmMa anukaJbHOW YacTHU JJIEKTPOHHO-TIPO3pAyHAs U COICPIKUT
MHOTOYHCIIeHHbIE MUKpOTpyOouku (Pucynok 3.1.23 B). [lomo6Ho 3yOam, HOBoOOpa3zoBaHHass MeMOpaHa
COCTOHUT U3 KpyNHBIX Be3uKyJ (PucyHok 3.1.23 r, 1), KOTOpbIE YaCTUYHO CIIMBAIOTCS BO BPEMSI CO3pEBaHMUS,
o0pa3ys »JJEKTPOHHO-TUIOTHYIO MeMOpaHy ¢ ocrtaTkamu Be3ukyn (Pucynokx 3.1.23 e-x). Mecto
MPUKPEIUICHUS 3y0a Takxke 3eKTpoHHO-TuIoTHOE (Pucynok 3.1.23 3). Pagynspuas memOpaHa B paboueit
30HE JIOBOJILHO ToJICTas (110 25 MkM) B MoHOJUTHas (Pucynok 3.1.24 6). B 3T0l 30HE UMEIOTCS TPH CIIOS
MEMOpaHBI: MPOJIOJLHBIN BOJOKHHUCTHIN cloi (mmpuHa 10 17 MKM), 3JIEKTPOHHO-TUIOTHBIA 3€PHUCTHII
cpennuit ciot (mmpuna o 10 MxMm) m BHemHud cnoit (1o 0.7 MKM), MeHee TUIOTHBIN, YeM CpeIHUM
(Pucynox 3.1.23 r). KpputoBuaHble MpUIaTKU pagyIsipHON MeMOpaHbl UMEIOT TOJIIIMHY 3 MKM U COCTOST
U3 TPEX CIOEB: OJHOPOAHOTO 0a3aNbHOTO CPEIHEH PIEKTPOHHON MIOTHOCTH, CPEAHETO BOJOKHHCTOTO U
BHEIITHETO 3JIeKTpOHHO-TIOTHOTO (Pucynok 3.1.24 6). Ha wmecte mpukperuienus 3yba Qopmupyercs

JIOTIOJTHUTEIIBHBIN CIIOM C BOJIOKHAMH M C(PEPHUUECKUMH DIIEKTPOHHO-TUIOTHBIMU TpaHyiamu (PucyHok
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3.1.23 B, k). Pagynsapuas memOpaHa B 3TOM MECT€ COCTOUT M3 BEPTHKAIHLHO OPUEHTUPOBAHHBIX
3JICKTPOHHO-TIJIOTHBIX BOJIOKOH (PucyHok 3.1.24 B). B €€ ocHOBE JIeKUT CII0M 3JIEKTPOHHO-TUIOTHBIX TPaHyJI
(Pucynok 3.1.24 n-x). CyOpanynspHas MeMOpaHa pacroyiokeHa oJ| pagyssipHoi MeMOpaHoil B paboueit
30HE U MPEJCTABISAET COOON AIMEKTPOHHO-TIPO3pPAYHBIA MAaTPUKC, B KOTOPOM PACIHOJIO0KEHbBI TPU-UEThIpPE
TOHKHX 0O0Jiee AIEKTPOHHO-TUIOTHBIX ciosi (Pucynok 3.1.24 r, ).

Cybpaoynapuuiti u  cynpapaoyiapuviii  onumeauu. Mexay TpynmaMd —OJOHTOOJIAacTOB U
MeMOpaHOOIaCTOB pacHojaraeTcs 30Ha AMUTENHANIbHBIX CKIAJ0K Cy0O- M CympapalysipHOTO 3MUTEIUEB
(Pucynok 3.1.10 a, r). OnuTenuii 060uX CI0EB B 3TOM YaCTH COCTOMT M3 KPYMHBIX KJIETOK (2—2.5 MKM B
HIMPUHY) C AJIEKTPOHHO-IIPO3PA4YHON IUTOILUIa3MOM, cojaepKalllell XOpOLIO pa3BUTHIM CHUHTETUYECKUI
amnmapar (9HI0TUIa3MaTHISCKUA PETUKYIYM U amnmapat [ onbmku; Pucynok 3.1.25 6, B). MHOrounCIEHHBIC
JUIMHHBbIE MUKPOBUJUIM MOKPHIBAIOT alMKaJIbHYI0 4acTh KieTok (Pucynok 3.1.25 a). 3yObl B 3T0il 30HE
NpPEeACTaBIAIOT 000 ciusHus my3bIpbKoB (Pucynok 3.1.25 a). CynpapaayasipHbIid SIMTENNH y4acTBYET B
MUHEpAJIM3allil W CTAHOBHUTCS OPAaHXKEBBIM B COOTBEeTCTBYyMomed 3oHe. CyOpanmylspHbIi U
cynpapaayJIspHbIi AMUTETUHN YIUIOUIAIOTCS B CEPEAUHE Paayibl.

3ona  nponughepayuu.  MurtoTndyeckue  AeileHUs ~ ObUIM  BBIABIEHBI C  [TOMOIIBIO
UMMYHOIIUTOXMMHYECKOTO0 METOJa OKpaiinBaHus ructoHoB (anti-phospho(Serl0)-histone3). s 30HbI
dbopmupoBanus pamyisl T. testudinalis xapakrepHa BeICOKass MHUTOTHYECKass aKTHBHOCTh. HamOosbias
KOHIIEHTpAIUsi MUTOTHYECKUX sJep Habo1anach B JOPCO-IaTepaibHBIX YacTsIX 30HBI (HOPMHUPOBAHMUS B
CynpapaaylsspHOM OSMHUTEINH. MHTOTHUECKHE SApa OTMEYEHbl TakKe B CyOpaaylsipHOM SIHUTEITUU
(Pucynok 3.1.26 a-r).

®opmupoBanue paayiasl Testudinalia testudinalis Ha TMYHHOYHBIX CTATUSIX OHTOrE€HE3a

Jiist u3ydeHuns 3aKiaaka U GopMupoBaHUS pagyiibl ObLIO TOBOJBHO MOAPOOHO U3yUEHO pa3BUTHE
T. testudinalis (Pucynok 3.1.27 — 3.1.28). OmiogoTBOpeHHe MPOMCXOJUT B TOJIIIE BOJIBI, Pa3BUTHE
TUIMYHOE JUIS TATeIOracTpoIiol ¢ MPOXOXKACHHWEM IUIAHKTOHHBIX CTaAuNd TPOXO(OpPHOW JTUYMHKU H
Benurepa. J{poOieHne roMoKBaJpaHTHOE CIIUpaJIbHOE, paHHAsA Tpoxodopa pa3BuBaercs yepes3 18 yacos
nocJyie orIoI0TBOpeHMs. JIMUMHKY Ha 3TOM cTanuu cheprueckoit (opMbl ¢ pa30pOCaHHBIMU PECHUYHBIMHU
nyukamu. Yepe3 22 yaca moclie OIJIOJOTBOPEHHSI MPOUCXOIUT YAJTMHEHUE JUYUHKH, TPOXOOJIACThI
00pa3yIoT HEMPaBUIBHBIH PSJT BIOJIb TMUMHOYHON SKBaTOPUAILHON IMHUM MEXKIY d1U- U runocdepoii. Ha
ATOH CTaaUM YK€ MOYKHO MPOCIIEIUTh PAKOBHHHYIO XKeJle3y B BHJe HEOONBIIOTO BISTYMBAaHUS KIeTOK. Ha
ATOM JTane JUYMHKHA HAaYWHAIOT aKTUBHO IUIaBaTh. Yepe3 36 4acoB mocie OIuIo0TBOpeHUs Tpoxodopa
UMeeT Xopouo cHOPMHUPOBAHHBIA MPOTOTPOX U JOMOJHUTENbHBIE PSAbl PECHUYHBIX MYYKOB Haj
PaKOBHHHOM jkene30d. TeMEeHHOM CyJTaHYMK XOpPOIIO Pa3BUT HA AaHMMAJIBHOM IIOJIIOCE SMUC]EpHl, a

TEJIOTPOX, KOTOPHIN MpPEICTaBICH €AMHCTBEHHON PECHUYHOW KIIETKOH, (POpMUPYETCS Ha TEPMHUHAIBHOMN
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gactu rtunochepsl. [lox TPOTOTPOXOM C TPOTHUBOIOJIIOKHOW CTOPOHBI OT PAKOBUHHOW JKEJE3bI
dbopmupyercst poToBoe oTBepcTre. PakoBuHHAas skerne3a enlé Ooubliie MHBarMHUPYET B TEJIO JUYMHKU. Bee
HUIMApHBIE CTPYKTYphI, BKJIIOYas BEIyM, TEMEHHOM CyITaHYMK, ANUKaJbHbIE PECHUYHBIE MYYKH H
TEPMUHAJIBHO PACIOJIOKEHHBIM TEIOTPOX, MOJHOCTHIO Pa3BUTHl K CTaAuu Benurepa (57 yacoB mocie
OTUIOZOTBOpEHHUs). PakoBHHHAs jKejie3a HAa STOM CTaJMd HAYMHAET BHITMOATHCA HAPYXKY, a PaKOBHHA
BeJIMrepa 3aHUMaeT OOJIBIIYI0 YacTh JOPCaIbHOM MOBEPXHOCTH Turocdepsbl. Ha 3Tol cTtaauu HauymHaeT
dbopMupoBaThCs HOTa B BHAE Oyropka Ha BEHTpPAJIbHON CTOpOHE mojao proM. Yepe3d 69 yacoB mocie
OIUIOZIOTBOPEHHUS PAKOBUHA Pa3pacTaeTcs C IOPCATbHON CTOPOHBI M HAUMHAET HAIO/I3aTh HA BEHTPAIbHYIO
CTOPOHY, CMeIas TEeJIOTPOX MOoJ HOTy. PakoBHHAa OKpyK€HAa IBYMsS psaMHd MAaHTHHHBIX KJIETOK C
BEHTPAJIBHON M JIaTEpaJbHOM CTOpOH. TeMEHHOH CyJlTaH4YMK peayuupyerca uepe3 81 wyac mocie
omiogotrBopeHus. Topcuon npoxoaut yepe3 105—112 yacoB nocne omnoaorBopeHus. [locTropcruonHbie
BEJIUTEPHI TJIaBAIOT B TOJIIE BOABI €1IE HECKOJIbKO THEH M HAYMHAIOT OcenaTh nmpumepHo Ha 10-i1 neHn
nocyie orionoTBopeHus. CHavana JIMYMHKH KacaroTCs JAHA M CTEHOK IOCYJbI, 3aT€M BCIUIBIBAIOT. DTO
MOXET MPOAOJKATBCA HECKOJbKO OHEW. Ha 3Toil crammm XOpomo pa3BUTBI BEIyM, HOra, I'OJOBHBIE
IIyNaJiblia, ONEPKYIyM, a IPOTOKOHX CTAHOBUTCS MEHee Mpo3pauHbiM. OcelaHue BEIUIrepoB MPOUCXOAUT
IIPY HAJTMYHMH B aKBapUYMeE IMOJXO/ISIIEro cyocTpaTa, a MIMEHHO YHCTHIX KaMHel 6e3 oOpactanuii. B MoMeHT
OCeaHMsl TPOTOKOHX CTAHOBUTCS O€JEeChIM, €ro YCThe pacmupsiercs (OKoio § JHEH Tmocie
OILIOIOTBOPEHUS ), a TOJIOBHBIE Iynanbia yuiuHsoTes (10 aHeil mocne ornogoTrBopenus). Onepkyiym
octaércs a0 1l-ro mHsS mocnme omogoTBopeHus. B konie Meramopdosa (13—14 ngueilr mocne
OTLTIOIOTBOPEHUS) OMEPKYJIyM COpachIBaeTCs, a PECHUYKU MPOTOTpOXa Mcye3aroT. ['0J0Ba IOBEHUITBHBIX
oco0el nmpruoodpeTaeT B3pOCIIbIE YEPTHI M HECET XOPOIIO Pa3BUTHIE IITyNaNIblIa U TJ1a3a. [IpoTOKOHX HauMHAeT
pacTy Ha 3TOU cTaauu, 00pa3ys Kpai B3pOCIOi paKOBUHBI, M OTUETIUBO UAeHTUDHUIHpyeTcs yepes 20 qHei
nocie OIUIoAoTBOpeHusa. HaOmiogeHuss 3a OCEBIIMMU JIMYUHKAMU BEJIHUCh A0 52-X JOHeH mocie
ortoioTBopeHusi. Ha »Toi cTamuu pakoBHHA AOCTUTAET 2 MM B JIJTMHY, IOBEHWIbHBIE 0COOU MOTHOCTHIO
yTPauuBaIOT JIapBaJbHbIE YEPTHl (IOMOJHUTEIbHBIE TSXKA M IMYyYKH PECHUYEK), MAHTUHHAs TOJIOCTh
CTAHOBHUTCS OOIIMPHOM, U MOJIOJIb IIPOYHO MPUCACHIBAETCS K CyOCTpaTy, OTKy1a €€ Tak K€ TPYHO OTOPBAThH
HE NIOBPE/INB, KaK U B3POCIBIX KUBOTHBIX.

Benurepnyto pamyny T. testudinalis ma paHHed craguu pa3BUTHS C IOMOIIBIO CBETOBOW
MHUKPOCKOIIUH JTIOBOJIBHO TPYJIHO OOHAPYKHUTh, MOCKOIBKY paayia (IiauHoM MeHee 20 MKM) OKpY>KeHa
MIPEJIOMJISIIOIIIAM CBET JKEIITKOM, COJAEPKAIIUMCS B JTUUYMHKAX. PaHHUE CTaauu pa3BUTHS PaayIbl MOXKHO
HaO0aTh, OKpAIllMBas JIMYMHKKA ToTaibHO Kpacurenem CalcofuorWhite, kotopelii Mapkupyet
HETIOJISIPU30BAHHBI XUTUH. braromaps sTomMy MeToqy ObUIa JCTEKTHpOBaHA paayia Ha CTaIaud

MIPETOPCUOHHOTO Benurepa, uepe3 90 yvacoB mocine omnogorBopenust (Pucynok 3.1.29 a). JluumHouHas
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pajylia COCTOUT U3 ACBSTH PsIOB 3y00B, 1O TpH 3y0a (LIEHTpalbHBIN U Tapa JIaTepalbHbIX, popmyna 0-1-
1-1-0) B kax10M TIOTIEpEYHOM psiy, U uMeeT 1uHy MeHee 20 MM (Pucynox 3.1.29 6). KonmmuecTBo psios
MOCTENIEHHO YBEIMYMBACTCS M HA MOMEHT aKTMBHOTO MOMCKa MecTa Uil ocefaHus (Ha 7-i AeHb mocie
OIUIOZOTBOPEHUS) paayiia colepkut 13 momnepeunbix psaynoB. K BOCbMOMY JHIO MOCJE OIUIOJOTBOPEHUS
pamyia yTHHSAETCS U COIEPKUT okojio 16 psmos (Pucynok 3.1.29 B), a y oceBmiero Benurepa — 20-25
pAloB. ByKKaJIbHBIN anmapar aKTUBHO MOJI3AlONIEH MOJIOAW Ha 23-i JA€Hb MOCJE OIUIOJOTBOPEHUS YiKE
COCTOUT U3 IOJHOLEHHON PaayJiibl ¢ KPbUIOBUAHBIMH MPUAATKAMHU PALyISIpHOW MeMOpaHbl U HEMapHOH
yemocTy (Pucynok 3.1.29 r). Panyna Ha 27-if 1eHb HOCj€ OIJIOJOTBOPEHMSI COCTOUT U3 LIEHTPAJIBHOTO,
napbl xopowo JuddepeHIUPOBaHHBIX JaTepalbHBIX U 3a4aTKOB BTOPOWM Mapbl JaTepajbHBbIX 3yOOB
(popmymna 0-2-1-2-0) (Pucynok 3.1.29 nx). Pamymna mononu Ha 52-i JIeHb MOCJE OIUIOJAOTBOPEHUS, KOT/Ia
pPaKoBHMHA JJOCTUTAET OKOJIO 2 MM B JUIMHY, COAECPKUT 82—84 momnepedHbIX psaa 3y0oB, 1o MATh 3yOLI0B B
KaXJIOM DSy, BKJIIOYasi OJWH XOPOLIO Pa3BUTHIA LIEHTPAIbHBIA 3y0 M JBE Maphl JIaTEpAIbHBIX 3yOIOB
(popmyna 0-2-1-2-0) (Pucynok 3.1.29 m). D10 TWOCHCHHSS CTaaus, KOTOPYIO YIAIOCh HAOIIOAATh OT
MOMeHTa oroioTBopeHus. B ¢pepaine 2020 r. 66Ut cOOpaHbl U3 TUIIOBOTO MECTOOOUTAHUS IOBEHUIIbHBIE
0cobu ¢ pakoBHHOM Okosio 2 MM. Bee m3ydeHHbIe SK3eMIUIsIphl 00JaAaal ABYMS apaMu J1aTepajbHbIX
3y00B, KPIOUKOBUIHBIMH MapTUHAIBHBIMU 3y0aMu, a IIEHTpalbHBIN 3y0 ObLI peayuupoBas (popmynal-2-
0-2-1) (Pucynok 3.1.29 u, k). HapyXHbIH JaTepadbHBIA 3y0 COCTOSII M3 JIBYX YacTeW, KOTOpBIC OBLIH
OJIMHAKOBOTO pa3Mepa y HeOombmux 00pas3ioB (PucyHok 3.1.29 u). Y B3pociblx 0cobeil MapruHaibHbIC
3yOBI MOJIHOCTBIO PEAYLHUPYIOTCS U OCTa€TCs BCEro JBe Mapbl 3yOoB (cM. cienyromiyto riary) (PucyHok
3.1.29 n-n). Takum obpazom, mist T. testudinalis xapakrepHsl Tpu reHepanuu paayisl: JapBanbHas (0-1-1-
1-0, a motom 0-2-1-2-0), roBenmnbHas (1-2-0-2-1) u B3pocnas (0-2-0-2-0).

Ynempamonkoe cmpoenue nuuunounoii padyner. llepen tem Kak BbIOpaThb CTaguIo JUId
JETAbHOTO U3YYEeHHsI yIbTPATOHKOTO CTPOCHUS TIMYMHOYHON payJIbl, IO CBETOBBIM MHUKPOCKOIIOM OBLIO
uccnenoBaHo 6onee 100 TMUMHOK HA pa3HBIX CTAAMAX B BHJIE TOTAJIBHBIX MpenapaToB. B pesyibrare uero
Obly1a BBISIBJIEHA ONTUMAaJIbHAs CTaus JUIs U3yUYEHUsl TUCTOr€HE3a palyJIIpHOrO MEIIKa — BEJIUIep Yepes
150 yacoB mocine ormiogoTBOpeHHs. [[nsi BhIACHEHHs OOIIEH TOMOJOTMHM pPaAyIsPHOTO MeEIIKa |
MUIIEBAPUTENBHON CUCTEMBI ObLIa U3TOTOBJIEHA CEpHUsl CPE30B, IO KOTOPOIl co3aHa TpEXMEpHas MOJENb
(Pucynok 3.1.30 a, 6). Ha 310l cTtanuu Xopomio pa3BUTa MEpeHss KHILIKA, a 3aJHAS KUIIKA emé He
chopmupoBanack. PamynsapHbIi MEHNIOK MpPeACTaBIsSeT CcOO0OW CJIENO 3aMKHYTYIO WHBAardHaIuio,
OTXOJSAIIYI0 OT BEHTpaJbHOW CTOpOHBI mepenuHer kumku (Pucynok 3.1.30 a, 6). B mmunnouHOM
paayJIsIpHOM MEIIKE MOXKHO BBIICIUTh TPU TPYNIbl KIETOK (OZOHTOONACTBI, CyOpamymsipHBIA U
cympapanynsapasid  smurenun) (Pucynox 3.1.30 r1). Kaxapiii 3y0 CHHTE3WpyeTCs HECKOJIbKUMHU

MMpAMOYTOJIbHBIMU OI[OHTO6J'IaCTaMI/I, PACIIOJIOKCHHBIMU TCPMUHAJIBHO B CJICIIOM KOHIIC PaayJIIpHOIO
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memika (Pucynok 3.1.30 r). OmoHTOOMAaCTBl NOCTUralOT 8 MKM B BBICOTY M COZEpXaT 3JEKTPOHHO-
MPO3PAYHYIO IUTOIUIA3MY U OBajIbHOE s/Ipo B ocHoBaHUH (Pucynok 3.1.30 r). KieTku B anukanbHOU 4acTH
COCIMHCHBI AITC3MBHBIMU KOHTaKTaMH, popmupyromumu zonula adhaerens. Baosne annko-6a3anbHoit ock
KIETOK B IMUTOIIa3ME€ COAEpX aTcsi MHOTOYHCICHHBbIE MHKpoTpyOouku (Pucynokx 3.1.30 r, x). B
anMKaJIbHOW YacTH KJIETOK Toja MeMmOpaHoil oOHapykeHbl Oa3anbHbie Tenblia (Pucynokx 3.1.30 x).
MukpoBuUILTH TPOHUKAIOT B hopmupyrommiics 3y0 (Pucynox 3.1.30 ). KineTku cyOpaaynsipHOTo SIUTENINS
YIUIOWEHHBIE, B MX 3JIEKTPOHHO-IPO3PAYHON LUTOIUIa3ME COJEP)KATCsl OpraHeiulbl, Y4acTBYIOIIUE B
npoueccax CHHTe3a (LIEpPOXOBAThIM IHIOIUIA3MATHUYECKUN PETHKYJyM W amnmnapar ['onpmxu) (PucyHok
3.1.30 e). 3yObI pamynbl CBEPXY OKPY’KAIOT YUTMHEHHBIEC KJIIETKH CYTpapaayIsipHOTO SIUTEIHS, IO CBOEMY
CTPOCHHIO TIOXO0XKHE Ha KJIETKU CyOpaayisipHoro snutenus B 3oHe Gopmuposanus (Pucynok 3.1.30 g, e).
Oo6mast mopdoJiorus crpoenus yesrocreii y apyrux Patellogastropoda

OO6mas mMopdosiorust 4enrocTeld MaTeIoracTpoIo] AOMOTHUTEIBHO OblIa MCCIIEOBAaHA Y CEMHU
BunoB (Lepeta caeca, Lepeta (Cryptobranchia) kuragiensis, Limalepeta lima, Erginus sybariticus,
Nipponacmea moskalevi, Lottia kogamogai, Lottia versicolor) o mpoaoIbHbIM Cpe3aM T'OJIOBBI ¢ IIOMOIIIBIO
CKaHUPYIOILEH 3JeKTPOHHOM MUKPOCKOIHH.

UYentocTh y BCEX M3YyYEHHBIX BUJOB NPEACTABISIET COOOW HEMapHYIO IUIACTUHKY, 3aHUMAIOIIYIO
JIOPCO-JIaTepaibHOE MOJIOKEHUE B OyKKalIbHOU mostocTh. YenmocTs, Takke kak u'y Testudinalia testudinalis,
CHUHTE3UpPYETCS THATOAMHUTENUEM, (GOPMHUPYIOIUM JBe CKIAAKU. OTiIHune MEeXAY YENIOCTSIMH Pa3HBIX
BUJIOB 3aKJIIOYAETCs B TONIIMHE W (OpME YENIOCTHOM IIACTMHKHM Ha anuKalbHOM Kpae. YemrocTHas
wiactiuaka Erginus sybariticus (Pucynok 3.1.31 a, n1) u Nipponacmea moskalevi (Pucynok 3.1.31 6)
HanOonee ciabo pa3zsuta. [lepennuii kpait uenroctu ToHKuH. TonmHa GpOHTATBHOTO Kpast y 000UX BUI0B
cocraBisieT 35 MkM. YenmocTHas TuTacTHHKA chopMHUpoBaHa oaHOH ckiankoi (Pucynok 3.1.33 a). Yenrocth
y Lepeta caeca (Pucymox 3.1.31 B, e¢) u Limalepeta lima (Pucynox 3.1.31 r, x) dopmupyercs
THATO3IUTENNEM, 00Pa3yIOLINM JBe CI1a00BBIPAXKEHHbIE CKIIAIKH.

®dopma (ppoHTanbHOTO Kpas tonaroBuaHas (Pucynok 3.1.33 6). TonmuHa u mrpruHa GPOHTATHHOTO
kpas y L. caeca 50 u 180 mxm cootBercTBeHHO (PrcyHok 3.1.31 B, €). TommmHa 1 mmpuHa GPOHTAITEHOTO
kpast L. lima coorBerctenno 70 u 170 mxm (Pucynox 3.1.31 1, ). ¥ Bumos Lepeta (Cryptobranchia)
kuragiensis (Pucynox 13a, 0), Lottia kogamogai (Pucynok 3.1.32 n, B) u Lottia versicolor (Pucynox 3.1.32
€, I') UEJIIOCTHAsl IUTACTUHKA COCTOMT U3 JIBYX CJIOEB: BEPXHETO (IIEpBOro) u 0a3aabHOro (BTOPOro), KOTOphIE
00pa30BaHbl COOTBETCTBEHHO JIBYMS THATOSMUTENHATLHBIMU ckiankamu (Pucynoxk 3.1.33 B). TommmuHa n
JUTHHA TiepeaHero kpas coctaBisiioT 40 u 100 mxm is L. Kuragiensis (Pucynok 3.1.32 a, 6), 50 u 130 MM

s L. kogamogai (Pucynok 3.1.32 1, B) u 80 u 220 mxm jyist L. versicolor (Pucynok 3.1.32 ¢, 1).
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Oo6cy:xnenue
B pesynbTare m3ydeHus TIIOTOYHOTO BoopyskeHus Patellogastropoda Obuik BriepBbie MOTyYEHBI

JTaHHbIE 0 (DOPMUPOBAHMIO M POCTY YemtocTei 8 BuaoB. OO0mas MOphOoIOTHs YETIOCTH KaK HemapHOU
IUIACTUHKY, XapaKTEepHOW i Bcex mpencraButeneit Patellogastropoda, Okina ommcana panee (Sasaki,
1998), HO AAHHBIX MO YJIBTPATOHKOMY CTPOSHHIO W 3aKJIaJKe Ha JIMYMHOYHBIX CTaIusIX He Obuto. B 310
paboTe BHepBble NMPEACTABICHbI JaHHBIE MO YJIBTPATOHKOMY CTPOEHHIO, 3aKjaake U (HOPMHUPOBAHHIO
JUYUHOYHOTO PAAyJISIPHOTO amlrapara, BIEPBbIE JJaHO MOJIPOOHOE ONMMCAHUE M JIeTalU3alsl CTPOSHUS U
dbopmupoBaHus payiibl B3pOCIbIX cTaauii Ha mpumepe Testudinalia testudinalis.
Dopmuposanue u cunmes uearOcmu

YesrocTr Bcex MccieI0BaHHBIX BUIOB (1Be rpymmbl Patellogastropoda: Lottiidae (Lottia kogamogai,
L. versicolor, Erginus sybaritica, Nipponacmaea moskalevi u Testudinalia testudinalis) u Lepetidae (Lepeta
caeca, Limalepeta lima, Cryptobranchia karagiensis)), kak u apyrux BHIOB MMaTeJJIOracTPOIO, HMEIOT
CXOXKYIO OOIIyI0 MOP(OJIOTHIO M COCTOSIT M3 LIEHTPAITBHON IJIACTUHKU M JIBYX Hap KpbuibeB. OCHOBHBIE
OTIIMYMSI MPOSABIIAIOTCS B (JOpME U TONIIMHE CBOOOJHOTO (PPOHTAILHOTO Kpas YeNFOCTHOM IJIACTHHKH,
KoTOpast oOpaieHa B OykkaibHy0 nosnocts. @poHranbHas yacTs yenmocteid y T. testudinalis, C. karagiensis
¥ IBYX BHJOB Lottia paBHOMEpHO yToiieHa U yuiMHeHa (TonuHa MeHbine uimHbl) (Pucynok 3.1.33).
dopma pponTansHoro kpas y L. lima u L. caeca pasnuuHa (JyinHa MEHBIIIE TOIIIUHBI). BUIbI IBYX ApYTrUx
uccinenoBanabix pogoB (E. sybaritica m N. moskalevi) xapakTepusyroTcss O4eHb TOHKOH YEIIOCTHIO,
c(OpPMHPOBAHHON TOJIBKO OJHOM ckiaakoi rHatosnutenus (Pucynok 3.1.33). Bee nuccienoBanHble BUIBI
OTHOCATCSI K SMUOEHTOCHBIM MOJUTIOCKaM, OOWUTAIOMIMM Ha MOBEPXHOCTH CKall U KaMHEH, U MUTAroTCA,
COCKpEOBIBasi MUKPOOOpACTaHUS ¢ TBEPABIX CyOCTpaToB. OMHON M3 BEPOSITHBIX (PYHKIIUN YEITIOCTEH MOKET
OBITh 3alIUTa BHICTUIKH OYKKAJIbHOM MOJIOCTH OT BO3JEHCTBUS OYEHb TBEPABIX 3yOOB, APYTroil — ydacTue
B MUIIEJO0BIBAHUM, HAa UYTO YKa3bIBaeT MOBPEXKACHUE MEPEAHEro Kpas 4eltocTH. YemocTh CBsA3aHa C
OJIOHTO(OPOM MHOTOUYHCIECHHBIMH OJUHOYHBIMH MBIIIIIAMH, WAYIIAMHU OT 3aJHEW CTOPOHBI YENIOCTH K
nepudepuu roJIOBbI 1 KOOPAMHUPYIOIIUMH COBMECTHYIO paOOTy 4etoCcTH ¢ paayioi. [Ipu cockpEOpiBannm
PayJIbl ¥ YEITIOCTH TOJDKHBI JOMOTHATH APYT APYTa, ¥ 3TO Jydiiie Bcero npociexuBaercs y L. lima. Pagyna
L. lima xapakrepu3yeTcs MIUPOKHM Pa3BUTHIM LIEHTPAIBHBIM 3yOOM, TOJHOW pelyKIuel JaTepalbHbBIX
3yOOB M YMEHBIIICHHBIMA MaprHHAIbHBIME 3y0amu ((popmyna pamyist 2.0.1.0.2) (Sasaki, 1998). Takum
o0pa3oM, IUpOKH (POHTANBHBIN Kpail demroctu L. lima xoMruiemMeHTapeH mIMPOKOMY 3yOy pajiylibl,
oOecnieunBas Hanbonee 3pPpexTuBHOE COCKpEOBbIBaHKE. [IpyruM MpUMEPOM SIBIISETCS MOIIIHAS BBITSHYTAsI
cpennsisi TulacTuHka wemocteit Testudinalia, Lepeta (Cryptobranchia) u asyx Bumos Lottia, kotopas,
IPEIONI0KUATENBHO, CIy’)KUT OTOPOH UIS pamyibl MpHu cockaOnuBaHuu. Takum oOpa3oMm, Mopdosorus

YEIIOCTeH KOPPEIUPYET CO CTPOCHUEM PayJIbl.
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Jlpyroe OTiMYME YENIOCTEH M3YYEHHBIX BHJIOB — CTETECHb PAa3BUTHS CKJIAJOK THATOAIUTEINNS,
KOTOpBIE TPEACTABISAIOT COOOM MecTa aKTUBHOTO pocTa (YTOJIICHHs) 4YemtocTH. TommuHa u dopma
CKJIAJIKK OTIpEIEIISOT (GopMy (BPOHTATBLHOTO Kpas YearocTHO! riactuHku. s E. sybaritica u N. moskalevi
C TOHKOM YEIIFOCTHOM TIACTUHKON (hOPMHUPOBaHKE IPOUCXOIUT OJHOW CKIIAJIKOM, MAaCCHBHBIN Kpaii L. lima
u L. caeca popmupyeTcs mmpoKkoil BTOpOi CKIIaKOH, a TOJCTAasl YeNIIOCTh OCTaIbHBIX BUJIOB POPMHUPYETCS
Os1aroiapst akTUBHOCTU THATORIMUTENNS JBYX CKIIAI0K.

HccnenoBanus ynbprpatoHkoro crpoenus uemoctu Testudinalia testudinalis mokasamum, 49rto
TOJIIIMHA YETFOCTH 3aBUCHUT OT JJIMHBI U IUIOTHOCTH MHUKPOBHIIICH, a TAKXKe OT TOT0, HACKOJIBKO TITyOOKO
OHM ITPOHMKAIOT B YEJIFOCTHYIO IIACTUHKY. Onpenenstomuii paxtop B popmMooOpazoBaHUM CaMOU YEITIOCTH
— TpéXMepHasi OpraHu3alus rHato3nuTenus. B ciaydae ¢ maremoracTponojaMu MOXHO OTMETHUTb
HECKOJIBKO 30H CEKpEeLMM YeIIOCTHU: (OPMHUPOBAHUE CPEAMHHOM IUIACTMHKM NPOUCXOAMT Onarojaps
CUHTETUYECKOM AKTMBHOCTH [BOMHOM WJIM OJVMHOYHOM CKJIAIAKWA THATOSIUTENUS, 3aJHUE U IEPEIHHE
KPBUTbST (POPMHPYIOTCS B JIATEPAIBHBIX YacTAX OYKKaJbHOH IOJIOCTH — JIBYX TNIIyOOKMX KapMaHax
snurenus. [lo Mmepe créchlBaHUS 4YEMIOCTH C (POHTAIBHOIO Kpas IHMPOUCXOIUT €€ HNEepMaHEHTHOE
HapacTaHue Onarogaps CAHTETHYECKOW aKTUBHOCTH CKJIAJIKM THATOSMUTENHS, OICTUIIAIOIIET0 YeIIOCTh B
3TOM MECTE.

Dopmuposanue u cunmes paoyni

Dopmuposanue padynvl é3pocivix ocodetl. Testudinalia testudinalis mpuHaIe)XUT K CEMEHCTBY
Lottiidae, st KOTOpOro XapakTepHa pajyiia ¢ TpeMs MapaMu JaTepalbHbIX 3y0OB U pelylHUpOBaHHBIM
neHTpanbHeiM 3yooMm (Lindberg, 1990). M3navansro must T. testudinalis 6puta omucana pamyna ¢ Tpems
napamu JsarepaibHbiXx 3yOoB (YUepnsbimeB, YepHoBa, 2005). OgHako, COracHO YJIbTPAaCTPYKTYpPHBIM
JIAHHBIM, OCHOBHAsI YacTh W OOKOBAs JIOJIsI BHEIIHETO JIaTEPAIbHOTO 3y0a 0O0pa3oBaHbl OAHOW TPYIIIOi
OJIOHTOOJIACTOB, YTO CBUJETEILCTBYET O TOM, UTO 3TO OJMH 3y0, KOTOPBINA, MO 00pa30BaJICs B pe3yJibTaTe
CJIMSIHUS JIBYX JIaTepajbHbIX 3y00B.

PanynsipHbIif MEIIOK MATEIOracTPOIIOl OUY€Hb JJIMHHBIN, 3a4acTyI0 €ro JUTMHA MPEBBIACT JUTHHY
pakoBHHEL. BriepBble 17151 OPFOXOHOTHX MOJITFOCKOB OBLIIO TIOKA3aHO, YTO pa3Mep 3yOOB MOXKET MEHSTHCS B
npoliecce co3peBaHus (MPOABMKEHUS pasyJibl OT 30HbI (POPMUPOBAHUS K 30HE pabouero kpas), HOCKOJIbKY
camblie HOBBIE 3yObI T. testudinalis menbie, yem 3pensie. B TO Bpemsi kak HOBOOOpa3oOBaHHBIC M 3pEJbIe
3yObl IpYruxX OPIOXOHOTMX MOJUTIOCKOB (Hampumep, Helix pomatia Linnaeus, 1758), HacKOJIbKO M3BECTHO,
umeroT onuHakoBbii pasmep (Kerth, 1983; Wiesel, Peters, 1978). YBenuuuBaromuiicss pasmep 3y6oB y T.
testudinalis MoHO OOBSICHUTH ATHHHOW paayioi, umerotiei 6osiee 110 psaos, B ommune ot 20-30 psigoB
y Heterobranchia (Kerth, 1979a). YBenuuenue AmuHBI paxyiibl BIEYET 3a cOOOW M YBEIWYCHHUE 30HBI

Co3peBaHMs, TJe 3yObl YBENMYMBAIOTCS W YTONMAIOTCS Ojaromaps CEKpPEeTOPHOH aKTUBHOCTH
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CynpapaayJisipHOro snutTenus. Takke yIIMHSACTCS 30HA 3pebIX 3y0OB, YTO MO3BOJISECT OCYLICCTBISTH
OBICTPYIO 3aMEHY HCTEPIIHUXCS BO BpeMs muTanHus 3y0oB Ha HoBbie (Kerth, 1983). Koppemsius Mexay
KOJINYECTBOM 3pENbIX 3yOOB M CKOPOCTBHIO BBIMAJICHUS CTapbIX paHee He ObLia JTOKYMEHTHPOBaHA
(Isarankura, Runham, 1968; Padilla et al., 1996), HO KOppemsAIMIO MEXIy TUCTOM, TUIMHOW Paysbl U
CKOPOCTBIO BhIMaacHus npeanoaran emé Angaepsyn (Underwood, 1984). JIpyrue oTIHYATEIBHBIC YEPTHI
pamysibl MOJUTIOCKOB CO CKpeOYIIMM THIIOM IIMTaHHs, KPOME YJ/UIMHEHHs, — 3TO (HOpMUpOBaHHE
KPBUIOBUHBIX MPHUIATKOB PaayJIIPHONH MEMOpaHbI, MOKPHIBAIOIIUX OJOHTO(MOpP U YBEIUYHMBAIOLIMX
NOBEPXHOCTh CLEIUICHHS C HUM paayJibl, a TaKkKe cyOpaiyispHas MeMOpaHa, KOTOpas IOBBIIIACT
MaHEBPEHHOCTh Pajyjibl OTHOCHTEIbHO omoHTOodopa (Mischor, Markel, 1984). CkpeOyuumii THII TUTAHUS
HanOosnee >PdekTuBeH Omarojapss TBEPIOW pajaysie ¢ IJIOTHO CPOCHIMMHUCS MUHEPAIM3UPOBAHHBIMHU
3y0aMH U YENIOCTSMU Ha IOPCaIbHOM CTOPOHE POTOBOH MOJIOCTH.

3yOBbI B IpoIIecce CO3PEBAHMS MEHSFOTCS TI0 XUMHUUECKOMY COCTaBY OT MSITKUX XHTHHOBBIX B 30HE
CO3pEBaHUsI JI0 TBEP/ABIX MHUHEPATM30BAHHBIX B 30HE 3pelibix 3y0oB. 30Ha MuHepanu3aimu T. testudinalis
XapaKTepu3yeTcs OpaHKEBO-KOPHUYHEBBIM AMHUTEITHEM " YMEHBIICHUEM KOJINYECTBA
HETOJIMMEPU30BaHHOTO XUTHHA B 3y0ax MO Mepe MPOJABIKEHHS K pabodeMy Kparo, 4TO TOBOPHUT 00
aKTHBHBIX TIpolleccaX OMOMHMHEpAIM3allMd B OITOM 30HE, KaK IOKa3aHO W JUIsi APYTMX TacTPOIOJ
(Lowenstam, 1962; Runham, Thornton, 1967; Mann et al., 1986; Ehrlich, 2010).

Yaempamonxoe cmpoenue 30nbl popmuposanusi padynvl. BaxxHbIM pe3ylbTaToM pabOTHI CTaJIO
BIIEPBBIC CJICJIAHHOE JCTAIBHOE ONMCAHHE YJIBTPATOHKOTO CTPOCHUS 30HBI (POPMHPOBAHUS PAJYJIbI U
BBISIBJICHUE CIICAYIOIINX 3aKOHOMEPHOCTEH:

1) IMoaymku 0JOHTOOIACTOB JIOKATU3YIOTCS B CYOTEpPMHUHAIBHOW YacTH 30HBI (hOPMHUPOBAHMSL.
KonudecTBO Tpynm OAOHTOOJIACTOB COOTBETCTBYET KOJIMYECTBY 3yOOB B TONEPEUYHOM pATy. 3yObI
o0pasyroTcsi Onaromapsi alOKPUHOBOHM CeKpelu, BrepBble MmokasanHoW s Patellogastropoda. 3y0Omt
Patella pellucida Linnaeus, 1758 (Peters, 1979) taxxe (GopMHPYIOTCS BHICOKUMH MHOTOYHCICHHBIMU
oJIoOHTOONacTamMu, HO, B oTiimuue ot 1. testudinalis, cexperus npoucxoauT Giaronapss MUKPOBHILISIPHO#
AKTUBHOCTH.

2) Memb6pano6nactsl T. testudinalis yaamenst ot oqoHT061acTOB. TaKo€ MOI0KEHNE HEOOBIYHO IS
dopMHpoBaHUs paayd Ipyrux ractpomoi. [IpocTpaHcTBO Mexay MeMmMOpaHO- W OJOHTOOJacTamMu y T.
testudinalis 3amosHEHO SHHUTEIMATBHBIME CKJIaJKaMH. Y BCEX OCTAJbHBIX HCCIICAOBAHHBIX BHIOB C
paxyispHOii MemOpaHo#, B ToM uncie u 'y — P. pellucida, memGpanoGiactsl pacmosararTcsi BOIH3H
0JIOHTO0JIACTOB, @ HOBOOOPA30BaHHKIC 3yObI MPUKPEIUISIOTCS K MEMOpaHe 1o Mepe UX CHHTE3a.

3) 3yosr T. testudinalis cunHTe3upyrOTCS aCHHXPOHHO, YTO, BEPOSTHO, SIBJISCTCS CHIE OIHUM

CJICZICTBHEM TPOCTPAHCTBEHHOTO pa3/iesIeHIsI MEMOpaHO- M OJIOHTOOIACTOB.
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4) CuHTETHYECKMM ammapaT OJOHTOOJACTOB TOSIBISETCS B IEHTPAJIbHOM 4YacTH KIETOK, a
UTOIJIa3Ma TPOHHU3aHA MHOTOYUCIIEHHBIMH MHUKPOTPYOOUKaMH, KOTOpbIE MOTYT Yy4acTBOBaTh B
TPaAHCTIOPTE BE3UKYJ K alMKaIbHON YacTH OJIOHTOONAacTa. B anukanbHOI 4acTH 3TUX KJIETOK OOHAPYKEHBI
OazanbHBIE Tenblia, 4To, o MHeHuto [letepca (Peters, 1979), MokeT CBUIETEIHCTBOBATh O KEIE3UCTOM
npuposie paayisipHoro memka. C Apyrodl CTOpOHBI, PaayJSIpHBIM MEIIOK pa3BUT KaK HWHBarMHALMS
[UIMAPHOTO SMUTENNs POTOBOM MOJIOCTU. B 3TOM citydae 6a3anbHbIe TeIbla MOXKHO PacCMaTpPUBATh BCETO
JMIIb KaK OCTaTOYHOE SIBIICHHE, CBSI3aHHOE C AMUTEINAIBHBIM IPOUCXOXKICHHEM 0J0HToOIacToB (Ghose,
1962).

5) Hanuume HEKPOTMYECKMX Yy4YaCTKOB, PACIIOJIOKEHHBIX B BEpXHEW 30He Oa3aibHOW 4YacTu
OJIOHTOOJIACTOB HOBOOOPA30BAaHHBIX 3yOOB, KOCBEHHO CBHUJCTEIBCTBYET O 4YacTOM OOHOBJICHHH
oJloHTOoOMacToB. Hamm pe3yiabpTaThl CBUIETENBCTBYIOT O HATMYMH MUTOTHYECKUX KJIETOK B JIATEPaIbHBIX
YacTsAX CJIENOro KOHILA PaayJIIpHOTO MeEIIKa, MOAOOHO TOMY, 4TO OBUIO OMHMCAHO AJs JPYyroro BUAA
racrporiosr  (Mackenstedt, Markel, 1987). DTu KIETKH MNPEACTABIAIOT COOOH  MOMYJIALHUIO
npoIu(EepUpyOmUX KIETOK, KOTOPbIe y4acTBYIOT B OOHOBJIEHUH OJOHTOOIACTOB M JPYTHX PagyJIsipHBIX
SIUTEIINEB.

6) PanmynsapHblii MEIIOK MOKPBIT COEIMHUTEILHOTKAHHOW OOOJOYKOM, KOTOpasi COCTOUT U3
KOJUJIAT€HOBOT'O MAaTpUKCAa U OJMHOYHBIX MBIIIEUYHBIX BOJIOKOH. JTa 000JI04YKa pa3pacTaeTcsi B OMOPHYIO
CTPYKTYpy, KOTOpas pacrosiaraeTcsi Ha crube 30HbI (QopmupoBaHus. BepostHol ¢yHKIMEH 3Toit
CTPYKTYpbl MOKET OBITH MOJAEpKKAa MATKOH 30HBI (OPMUPOBAaHUSA 3yOOB, KpOME TOTO OHAa MOXET

Y4aCTBOBAThH B NICPCMCIICHU U HOB006pa30BaHHBIX 3Y6OB oT 0I[OHT06J'IE[CTOB K MCM6paHe.

Dopmuposanue napeanvHol padyivl. IMOpUOHAIBHOE W JWYMHOYHOE pasButhe Testudinalia
testudinalis cootBeTcTByeT pasButuio apyrux mareutoractpono (Kosun u ap., 2013; Kessel, 1964; Kristof
et al., 2016; Koppen et al., 1996; Rivera-Ingraham, Garcia-Gomez, 2010; Smith, 1935; van den Biggelaar,
1977). Pa3BuTHE MpOTEKaET B IUIAHKTOHE C (HOPMUPOBAHHEM JICITUTOTPOPHBIX TPOXO(OPHBIX JTUUNHOK U
BesurepoB. [10CKONIbKY TMYMHKH JI0 OCEIaHHs HE MUTAIOTCS M HE MCIIOIB3YIOT Paaylly, TO e€ 3aKIaaKy Ha
CTaJIU¥ PAHHETO MPETOPCUOHHOTO BEJIMIepa MOKHO 0XapaKTePH30BaTh KakK MPOIECC reTepoXpoHuu. Jleno
B TOM, YTO pajyjia — CJOXHBIA OpraH, KOTOPBIii HEBO3MOXXHO C(POPMHUPOBATH MOMEHTAIILHO, TIOATOMY
oOpa3zoBaHHe paayJsibl, HEOOXOJMMOW Ha B3POCIBIX CTAAMIX, CMEIAETCs Ha OoJjiee paHHUE CTaJuU
OHTOTEHEe3a.

Patellogastropoda neMoHCTpUpPYIOT —eAMHOOOpa3We JUYMHOYHBIX paays, KOTOpble Jajee
MOAM(UIIPYIOTCSI B OHTOTEHE3€ COTIIAaCHO BU0BOM crierudukanmu. JlmannouHas paayna T. testudinalis u

Patella vulgate cocroutr u3 Tpéx 3y6oB. s Erginus sp. ommcaHa mnsaTu3yOas mepBHYHAs pagysia
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(Uepwnsbimres, Yeprosa, 2005), HO MOCKOJIBKY MEpPexo/1 OT Tpe3yOoi paayisl k msatuzyooit y T. testudinalis
IPOUCXOAUT OYEHb OBICTPO, a 3aMETUTh €ro 0e3 JOIOJHHUTEIBHBIX OKPAaCOK KpailHE CJI0XKHO, TO MBI
nomyckaem, 4to y Erginus sp. mepBuuHas paayia Takke Moria ObITh Tpe3yOoil. B mobom ciyuae mis
JMYMHOYHOM Paysibl XapaKTepeH IEHTPAIbHBIN 3y0, KOTOPBIA PEeoyLHPYETCS B PaayJie MOJOBO3PEIbIX
ocobeii (hopmysta paaynsl T. testudinalis 0.2.0.2.0; P. vulgata— 3.1.2.0.2.1.3; Erginus s— P. —0.3.0.3.0).
DTOT (akT MOXKET CBUJICTEIHCTBOBATH B IOJB3Yy TOTO, YTO HAIMYHME LIEHTPAILHOrO 3y0a — HCXOIHOE
COCTOSTHHE JUTSI JOKOTJIOCCHOM pajTyJibl.

dopMupoBaHUe INYMHOYHOHN PAyJibl HA YIBTPATOHKOM YPOBHE OIKMCAHO BIIEPBBIC JIJIsl TACTPOIIO].
Panynspusiii Memok T. testudinalis gopmupyercs kak BeHTpasibHass MHBarMHAIMs OyKKaJIbHOMN MOJOCTH,
9TO XapaKTEpHO Uil BCEX OPIOXOHOTMX MOJUTIOCKOB. BenwurepHas pajayna GpopMupyercst B CIICIIOM KOHIIE
PagyISIPHOTO MEIIKa, KOT/a MepeIHss KUIIKA YXKE COSTUHACTCS C IMHUIIEBAPUTEIILHOM KeIe30i, a 3aaHssl
KUIIKa emé He pa3BuTa. PaxynspHbIi MEIIOK BBICTIIaH 0OJiee WM MEHEE OJHOPOIHBIMU KIIETKaMH,
3aMETHOM KieTo4uHOH nuddepeHupoBku He Habmogaetcs. OauH 3y0 BenurepHoi paiyiisl oOpa3oBaH
HECKOJIBKMMH OJIOHTOOJIaCTaMH C MHKPOBHUIIPHOH cekpermeil. Takoil T (OPMUpPOBAHUS paIyiibl
CYIIECTBEHHO OTJIMYaeTcs OT (opMHpOBaHMs B3pocioi pamynsl T. testudinalis, omonTo0macTel KOTOPOI

CHJIBHO BBITSHYTBI, a OJMH 3y0 CHHTE3MPYETCs TPYIIION 13 Oosee yeM ThICSYH 0foHToOmacToB (Pucynox

3.1.34).
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3.2 CTPOEHME U PA3BUTHUE ITMIIIEJOBBIBATEJIBHOI'O AIIITAPATA
VETIGASTROPODA

Vetigastropoda — 3T0 10BOJNIBHO Oosiblass MOHO(HICTHYECKAss TPyIa MOPCKHX TacTPOIO/,
KOTOpasi UMEET MHOXKECTBO IUIC3HOMOPGHBIX Mpu3HaKoB. CTpoeHUE paaysibl — OJHA M3 TaKHX YepT.
Pagyna pummumorioccHOro THMA XapaKTepu3yeTcs IEHTPaIbHBIM 3yOOM, dYalle BCEro MAThI0 MapamMu
JaTepantbHBIX 3yOOB (MHOTIa OJIMH JOMUHHUPYIONIUK) 1 MHOTOYHCIIeHHBIME (Oomnee 10-12 map) nmuHHBIMU
MapruHaJbHBIMU 3y0amMu B KaxkaoM nornepeuHoM psay (Hickman, 1980, 1984). Vetigastropoda B nepyto
ouepesb MUKpo(daru, U uX JJIMHHbIC MapruHaIbHbIE 3yObl JCHCTBYIOT KaK METJIa WIM IMIETKa, MOJAMEeTast
MIOBEPXHOCTh, & HE COCKaOJIMBas MUILy C He€, Kak 3TO JenarT marewtoractponoasl (Hickman, 1984).
Beruractponopl 1eMOHCTPUPYIOT AOBOJIBHO IMIMPOKUH CHEKTP MUTAHUS: OT AETpUTO(Aruu 10 MUTAHUSL
B3BEChIO M oOpacTaresimu (ryokamu u kaugapusimu) (Fretter, 1955, 1975; Nisbet, 1973; Salvini-Plawen,
Haszprunar, 1987). CkoopauHupoBaHHas paboTa MapHBIX JIATEPAIbHBIX YEIIOCTEH C poJUIeTaMH II0
pabouemy Kparo U MHOT'03y0O0# pajyJibl odecnieunBaeT coop opranndeckux yactuil (Scheel et al., 2020).

['motounoe BoopyxkeHue AByx miyookoBoaHbix rpymmn (Cocculinoidea u Neomphaloidea)
npeTepIielio cyiecTBeHHoe u3menenue. Cocculinoidea — HeOobIIME BETUTaCTPOIIOIbI ¢ OJIFO B IHON
PaKOBHHOM, KOTOpbIC OOWTAIOT Ha JPEBECHHE M JPYrMX OWMOTCHHBIX cyOctparax. OqHa W3 TEHICHIIHMA
npeoOpa3oBaHus PUIMUAOTIIOCCHONW padyiibl B ATOW rpymie — peaykuus 3yOoB (B Oousblieill cTeneHu
MapruHajibHbIX), OCOOCHHO Yy TaKCOHOB, KOTOpbIE HE MMTAIOTCS JpeBecMHOW. Pagyma Moxer
penynupoBatbcsi 10 7 3yOOB B psALy W NPUOMIKATHCS MO MOP(}OIOTHHM K TEHUOTJIOCCHOW pamysie
Caenogastropoda. Yemoctnass minactuaka npezacraButeneii Cocculinoidea 3aHmMaeT —aopcaibHOE
MOJIO)KEHHE, B OTIWYHE OT JAPYTUX BeTUracTpomona. Takoe u3MeHeHHue MOP(OJIIOTUHA TJIIOTOYHOTO
BOOPY)KEHHUSI CBSI3aHO C TEPEXOJIOM K CHCIHATU3UPOBAHHOMY THUIYy MUTAHUS, B JaHHOM Ciydae K
cockpéoriBanmio ¢ kocteil (Dantart, Luoue, 1994). CyuiectBeHHas peaykiys 3y0OB B MONEPEYHOM Py
HaOJIrI01aeTCs y mpeIcTaBuTeNeH cemeiictBa Seguenzioidea (Quinn, 1983, 1991).

Panyna, kak U 'y Ipyrux MOJITIOCKOB, ((OPMUPYETCS B CIETIOM KOHIIE paayIsipHOTO MEIIKa U, KaK y
BCEX BETHTacTPOIIOJI, pacileruieHa Ha JBe MojoBuHBI (Sasaki, 1998). JIpyrux AaHHBIX MO OCOOCHHOCTSM
THUCTOJIOTHYECKOTO CTPOSHUS ¥ (POPMHUPOBAHUS PATYJIbI U YSIIOCTEH HET.

PanHee pa3BUTHE BETUTACTPOIOJ M3YyYEHO UI HECKOJbKHX BHIOB M3 pasHbIX oTpsiaoB (Crofts,
1937; Manly, 1976; van den Biggelaar, 1993). Panynspubiii memok Haliotis 3akmansiBaeTcst B BHIE
BEHTPAJIbHOW MHBAarMHAIMHU Y IPETOPCUOHHOTO Beurepa, uepes 40 yacoB nociie omiogoTBopenus. Ha 7-i
JICHb CEKPETHPYETCS pajayia, KOTopas COCTOMT W3 HEHTPAIBHOTO M TPEX JIATEpaNbHBIX 3y00B C KaXKIOU
croponsl (0.3.1.3.0). Ha craguu TpéxHeNenpHOrO BeIWrepa pamylia COCTOUT U3 JACBSITH KPYIHBIX 3yOOB

LEHTPAJIBLHOTO MOJIS U MATH MEJIKUX MaprHHAIbHBIX C KaX/101 CTOPOHBI OT LIEHTpajbHOro nouis (5.4.1.4.5).

63



UYepes 1Ba MecsIIa IMociie OIUIOI0TBOPEHHUS YUCIIO 3yOOB YBEITHUUBACTCS M CTAHOBUTCS MTOYTH TaKUM, KaK y
B3pocioi paaynsl (Crofts, 1937). Jlns npeacraButeneii Haacemerictea Trochoidae (Warén, 1990) onucana
IOBEHWIbHAST KOH(GUTYpaIus paayibl N-2-1-2-N 1 OTMEYECHO YBEIMYCHUE JIATEPAIbHBIX U MapTHHATBHBIX
3y0OB IO BHEUIHEMY Kparo JIaTEPaTbHOTO W MApPTHHAILHOTO IMOJIEW COOTBETCTBEHHO. TeM He MeHee, Y
Margarites 3ToT aBTOp HEe OOHApPYKMJI CYHMICCTBEHHBIX HM3MEHEHHH MEKIy IOBEHWIBHOW W B3POCIIOM
pagynamu (Warén, 1990). JleranbHbIX JaHHBIX 110 YIBTPATOHKOMY CTPOSHHUIO (HOPMUPOBAHUS JTNINHOYHON
paJyJibl HET.

B st10ii rnaBe Oynyt omucanbl MOp(hOJIOTHs, BO30OHOBICHHE M 3aKJa/IKa B paHHEM OHTOTCHE3e
TBEPABIX 00pa30BaHUM MUIIECIOOBIBATEIILHOTO allliapara JBYX BHJIOB BETHUTAcTPOINOJ. BbumM BBIOpaHBI
npeAcTaBUTeNId ABYX (uiaoreHeruuecku manékux cemeiicts Fissurellidae (Puncturella noachina) u
Margaritidae (Margarites helicinus), oburaromme B okpectHocTsix BBC MI'Y. PasubiMu MeTomamwu
MOP(OJIOTHUECKUX MCCIIEJOBAHUHM, BKIIIOUAsi CBETOBYIO U JIEKTPOHHYIO MUKPOCKOIUH, Obl10 M3yueHo 40
HoJIOBO3penbix  ocoberr P. noachina. [lns wuccinemoBaHuss CTpOeHUST W (GOPMHUPOBAHUS PAIYJIbI
0JI0BO3pPENBIX 0co0eii BToporo Buaa, M. helicinus, 6sut0 cobpano 45 ocobeii. Passutre pamaysbl Takke
ObuT0 M3yueHo y Buaa M. helicinus. [Is BbIsSBICHUS TAWMUHTA PAHHETO PAa3BUTHUS B KJIAJKE ObLIM COOpaHBI
KaK OTIENbHBbIC KIIAQJKH, TaK W IOJIOBO3pENble 0COOM, KOTOPBIE OTKJIABIBAIM KIAJKH B J1a0OpaTOPHBIX

ycnoBusix. Beero 0bu10 u3ydeno 78 muuunok M. helicinus (Tabnuna 2, [pusioxkenue k riaase 2).

PesyabraTsl
Oouwasa mopgponocusn 6yKKanIbHO20 KOMNIEKCA

PakoBuna Puncturella noachina xonmaukoBuIHAs ¢ IIETCBUIHBIM OTBEPCTHEM HA BEPXYIIKE
(Pucynok 3.2.1). 'onoBa He BBIXOAWT 3a Kpas pakoBUHBL. PoToBOe oTBepcTre P. noachina pacmonoxeHo
BEHTpAIbHO M OKpyxkeHo rybamu (Pucynokx 3.2.1 B-m). PotoBoe oTBepcTHe BenéT B HEOOIBIIYIO
OYKKaJIbHYIO I0JIOCTb, B KOTOPOH pacroiararoTcs MapHble YeTIOCTHBIE TNIACTHHKH B pabounii Kpail parysisl
(Pucynox 3.2.3 a-6; 3.2.4 a, B). B paccnaGieHHOM COCTOSHUM pajyJjia 3aHUMaeT MPAKTHUYECKH BCE
MPOCTPaHCTBO OyKKkanbHOM mosocTu (Pucynok 3.2.2 a-0; 3.2.4 a, B). IlapHas democTh pacrionaraercs
JI0pco-JIaTepalIbHO B OYKKaJIbHOW TMOJIOCTH HAampoTHB pabodero kpas paaynsl (Pucynok 3.2.3 B; 3.2.5).
[TuiieBo OTXOAUT OT JOpPCabHOM CTEHKM OyKKaiabHOM nonoctu (Pucynok 3.2.4 a, B; 3.2.5 a-B). B cxxarom
COCTOSTHUM MHILEBO/ YACTHYHO 3aXOJMUT B MEPEHIOI0 YacTh TOJIOBBI, TaK YTO LiepeOpalibHas KOMHUCCYpa
pacroyiaraeTcss MEXIy THIIEBOJIOM W BepxXHEH cTeHkoW OykkambHOW mosnoctu (Pucynokx 3.2.5). B
pacciallIeHHOM COCTOSHMM MUIIEBOJ] He 3aX0AUT B rojioBy (PucyHnok 3.2.4). [lapa HeGONbIINX CAIOHHBIX
XKeJE3 OTKPBIBACTCS B KAPMaHBI MTUIICBO/IA HaJT OYKKaIbHOM TonocThio (PucyHok 3.2.5 a-B).

Kaxxnass demiocTHasi TUIaCTHHKAa MMEET TPEyroJibHyto ¢dopmMy, BbITAHyTa 10 310 MKM B nuHYy,

cy’keHa Ha 3agHeM KoHie (1o 100 MKM B MIMPHHY) U paclIupeHa Ha nepeaHeM (10 220 MKM B IIUPHUHY)
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(Pucynox 3.2.6 a, 6). CornacHo JaHHBIM CKaHUPYIOLIEH MUKPOCKOIHNH, OOJIbIIIAsl TIOBEPXHOCTD IIACTUHKH
MOHOJIUTHASI, ¢ HECKOJIBKUMHU PsAaMHU Tajiouek (poayieToB) mo mnepemanemy kparo (PucyHok 3.2.6 a-0).
OpnHako Ha rucrosiorndeckux cpesax (Pucynok 3.2.6 €) u mpoJoibHBIX cpe3ax, M3ydyeHHbIX Ha COM
(Pucynok 3.2.6 B-1), BUIHO, YTO IUTACTUHKA COCTOMT U3 BHYTPEHHETO CJIOSl POAJIETOB, KOTOPBIN MOKPHIT
KyTukysoil. Kaxnaeiidi pomser nocruraer 70 MKM B JUIMHY. YeEIIOCTH MOYTH NOJHOCTBIO MPUKPEIUIEHBI K
SIIUTEINIO0 — CBOOOIHBI TOJIBKO MEPETHUIN U BHEUTHHUE aTepaibHbie Kpas (Pucynok 3.2.6 B-x).

Papgyna P. noachina cocrour u3 45-48 nonepe4Hsix psgoB 3y0oB. Kakiplil momepedHbiid psj
panynsl comepxkutr 59—63 3yba (popmyna 12-15.1.5.1.5.1.12-15), Brirouass NEHTPAIbHBIA U TSITH Tap
natepanbHbiX (Pucynok 3.2.7 a-x), U3 KOTOPBIX MATHIA, KPIOYKOBHUIHBIN C JIOMOJHUTEILHBIM BHEITHUM
Oyropkom, siBisgeTcs caMbiM KpymnHbIM (Pucynok 3.2.7 06, 1, k). LleHTpanbHbIil U JatepaibHbie 3yObI
COCTABJIAIOT LIEHTPAJIbHOE Mosie. MeXay LEHTPalIbHBIM MOJIEM U MaprHUHaJIbHBIMM 3y0aMu pacroyiokeHa
JaTepo-MapruHaigbHas mactuaka (Pucynok 3.2.7 6, B). Maprunanbabie 3yObl MHOTOUHCIICHHBIE (PrCyHOK
3.2.7 n-K); BHyTpEeHHHE MaprHHAIbHbBIC 3yObl 3arHYTHl B allMKAILHOW YacTH M HECYT 3yOUMKH IO Kparo
(Pucynok 3.2.7 1), KOTOpbIE OTCYTCTBYIOT Ha BHEIIHMX MapruHAIbHBIX 3y0ax (Pucynok 3.2.7 e). Pamyna
SIBHO aCUMMETpHUYHA, JieBasl MOJIOBUHA MONEpeyHoro psaa cmeuieHa Brepén (Pucynok 3.2.7 6). Takas
acMMMETpHs XapaKTepHa JUIs IpeacTaBuTenci cemericta Fissurellidae, pamyna kotopsix XxapakTepusyercs
KPYIHBIM IISITHIM JIaTEpajIbHbIM 3yOoM. CUMTaeTcs, 4TO Takas aCUMMETPUS B MONIEPEUHOM PSAY HO3BOJISET
[IMPOKOW PUMUAOTIIOCCHON pajylie ¢ KPyHOHBIM MATHIM JIaTepalibHBIM 3yOOM CKJaabIBaThCs Oolee
KoMnakTHO. [Ipu 3ToM naTepanbHbie 3yObl B CII0XKEHHOM COCTOSIHUN PACIONIaratoTcsl B paayIipHOM MEIIKe
JpyT 3a JpyroMm, Kak 3yOIlbl B 3aKpbITOMl MOJHHM, a MaprHHajbHbIE MOKPBIBAIOT IIEHTPAJIbHOE I0JIe
(Pucynok 3.2.7 x).

PakoBuna Margarites helicinus TypOocnupanbHas, TroJoBa MOXKET BBICTYNATh 3a TPAHHUIIBI
pakoBunbl (Pucynok 3.2.2). Tak ke, kak u y P. noachina, poroBoe oTBepcTHE pacIOIOKEHO Ha
BEHTPAJIbHOM CTOPOHE U OKpY’KeHO Tybamu. PoToBoe oTBepcTHe BEET B OYKKAIBbHYIO MTOJIOCTh, B KOTOPOM
pacroararoTcsi mapHble YeJIIOCTH U pabounii kpait pagayisl (Pucynok 3.2.8, 3.2.9 1).

[Tapubie yenmtoctu TpeyroiabHou Gopmsl (Pucynok 3.2.9 6, r), pacnoyioxkeHbl HAapOTHB padoueit
30Hbl paaynsl (Pucynok 3.2.9 ). Tak ke, kak u y P. noachina, HecyT HECKOJBKO PSAIOB POUIETOB IO
BHeIHeMYy Kpato (PucyHok 3.2.9 6-1). [[loMoreHHbI MOBEpXHOCTHBIN CIIOM MOKPBIBAET BHYTPEHHHM CII0H ¢
pomneramu (Pucynok 3.2.9 r).

Panyna B3pocioro M. helicinus coctout u3 35-40 monepe4nsix psaoB. Kaxapiii monepeuHbiii psi
panynbl coaepxut 59-63 3yba (popmyna 22-27.1.5.1.5.1.22-27), Bxitouas OJUH HEHTPAIbHBIN, ATH Map
JaTepajbHbBIX, OJHY Mapy JIATepO-MapruHAIBHBIX IUIACTHHOK U 22—27 map MapruHaibHbIX 3y00B (PucyHoK

3.2.9 n). Uentpanbublii 3y0 TpeyrosbHOW (opmbl ¢ 3a3yOpeHHO#l Bepxymikod (Pucynox 3.2.9 e).
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entpanpHbIil 3y0 C MATHIO TApaMU JIaTePaTIbHBIX COCTABIAET IIEHTPaIbHOE ToJie paxyiibl (PucyHnok 3.2.9
1, €). JlarepanbHbIe 3yOBbl HMEIOT CXO0XKYI0 (POPMY: pacIupeHHOE ¢ OOKOB OCHOBaHHE U 3y0UaTasi BEpXyIIIKa;
pa3Mep 3yOOB HE3HAUMTENBHO YBENUYMBAaeTCcs OT mepBoro no maroro (Pucynox 3.2.9 x). Mexnay
MaprUHAIBHBIMU 3y0aMU M IEHTPAJIbHBIM TIOJIEM Paayiibl HMEETCS TPEyTOJIbHAS JIaTepo-MapruHaIbHas
IUIACTUHKA € KOPOTKHUM JarepaibHbiM 3yOuom (Pucynok 3.2.9 n). MaprunanbHble 3yObl HMMEIOT
YUIMHEHHYIO (OpMY ¢ 3a3yOpEeHHOM 3arHyToH anukaabHOM YacThio (Pucynok 3.2.9 3). Bee ax3eMIuisipbl ¢
JIMaMETPOM PaKOBHUHBI 2—5 MM, COOpaHHbIE B TUIHMYHBIX MECTOOOUTAHHUAX, UMEIOT CXOJIHYIO (hopMyiTy
pamyJibl 1 MOP(OJIOTHIO 3y00B. ACUMMETPHSI, KOTOpast XOPOIIO MPOCIeKUBaeTCs B paaysie y P. noachina,
OTCYTCTBYET.
Cmpoenue padynapnozo meuika

Panyny oOoux BHIIOB MOXXKHO pa3JeluTh HAa TPU 30HBI: 30Ha (DOPMHUPOBAHMS pajayJibl, KOTOpas
pacrosaraerTcsi B CIENOM KOHIIE PaAyJIIpHOTO MEIKa, 30Ha CO3pEBaHMA W paboumii Kpai, KOTOPBIA
BbICTyIAeT B OyKKaJbHYI0 noiocts (Pucynok 3.2.7 3, u; 3.2.8; 3.2.9 a).

PaGouwmii kpait pamyssl JEXKUT Ha OJOHTOGOPE, KOTOPBIM COCTOMT U3 XPSAIICH W MYCKYJIaTyphl
(Pucynok 3.2.4, 3.2.8). Pagynsapuas memOpana pacmupsercs Ha paOoueM Kpae A0 KpPbUIOBHJIHBIX
NPUIATKOB, KOTOPbIE OrHOAIOT XPSIU OJOHTO(OPA, YTO YBEITHMUMUBACT MIOBEPXHOCTH CLEIUICHUS PAIyJIIbl C
onontopopom (Pucynox 3.2.9 a).

Jns o0oux BUAOB XapaKTEpHO pas3felieHrne paayIsipHOTO MelIKka B 30HE (OpMHUpPOBAHUS Ha JIBE
yactu («poray) (Pucynok 3.2.7 3-u; 3.2.9 a). Ilockonbky o61mmias Mopdosaorus 30HbI (OPMHPOBAHUS Y
Puncturella noachina u Margarites helicinus He umeeT mpUHIIMNHATBHBIX OTIIMYHIA, TO OIUCAHHUE JAETCS
COBMECTHO.

Pa3nenenne Ha 1Ba «pora» OCYHIECTBISETCS OIOPHOW COEIMHHUTEIBHOTKAHHOW CTPYKTYpOU
(Pucynok 3.2.10), xoTopas TmpeAcCTaBisSeT cO0OW pa3pacTaHWe COCIUHHUTEILHOTKAHHOW OOO0JIOYKH
panyisipHoro Menika. OnopHasi CTpyKTypa pa3pacTaercs Ha JOPCAIbHOM CTOPOHE paLyJIipHOrO MEIIKa U
3aXO/IUT MEXIY «poraMm» Ha BeHTpaibHY!0 cTopoHy (Pucynok 3.2.10). IlomnepkuBaromiasi CTpyKTypa
oOpa3zyercs pa3pacTaHHEM OOOJOYKM M COCTOUT U3 KOJUIAr€HOBBIX BOJIOKOH, MMOIUTOB M KJIETOYHBIX
3JIEMEHTOB C XOPOIIO Pa3BUTHIM CHHTETHYECKUM arapatom (Pucynok 3.2.11).

30Ha cHHTe3a MAaprUHAIbHBIX 3yOOB M paxylsipHOM MeMOpaHbl, K KOTOpOHl OHHM KpemsiTcs,
pacnosnoxeHa B «porax» (Pucynox 3.2.12; 3.2.13; 3.2.14). BHyTpu KaX/10T0 «poray jexaT Kak MUHUMYM
TpU pAga yxe cQOpMHUPOBAHHBIX MapruHaibHbIX 3y00B (Pucynok 3.2.12 B-r). Pacnonoxxenue
OJIOHTOOJIACTOB MaprUHAILHBIX 3y00B HEMHOTO OTIIMYAETCs y ABYX BUIOB. Y P. noachina ogonrobmacTs
pacrosaraioTcsi Ha BHyTPEHHEH MOBEPXHOCTH «POTrOBY», 00paléHHoM ApyT K apyry (PucyHok 3.2.12 a), ay

M. helicinus — ¢ BHemrHel CTOPOHBI Ha TEPMHUHAIBHBIX KOHIAX «poroB» (Pucynok 3.2.13 6) u Ha
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BHYTpEHHEH 4YacTu Onmke K MecTy ciausiHus «poroB» (Pucynok 3.2.13 B-r). fapa omoHTOONaCTOB,
0o0pa3yronmx MapruHajibHble 3YObl, pacHOOKEHbl BEPTUKAIBHO BIOJb KakI0ro 3y6a. MoxHO 4€TKO
BUJIETH, YTO OJ[HA TPYIINA OJOHTOOIACTOB COOTBETCTBYET OJHOMY MapruHalbHOMY 3yOy. LleHTpanbHbIil 1
JaTepajbHbIe 3yObl, a TAK)Ke YacTh PaLy ISIpHON MEMOpaHbl, K KOTOPOI OHU NMPHUKPEIUICHBI, CHHTE3UPYIOTCS
B MECTE CIUSHUS ABYX «poroB» (Pucynok 3.2.14; 3.2.15). OmoHTOOIaCTHI IEHTPAIBHOTO U JIATEPATBHBIX

3y00B coOpaHbI B IpyMIIbl, COOTBETCTBYIOIIME 3yOam meHTpaabHoro nois (Pucynku 3.2.14; 3.2.15 1, x).

Yavmpamonkoe cmpoenue oykkanvnozo komnnekca

VYABTpaTOHKOE CTPOECHUE BBICTHIIKM OYKKaJIbHOM IOJIOCTH, a TaKXe YeJIOCTe U THATOSIUTENUS
obu10 MoIpoOHO M3ydeHo y Puncturella noachina. Opranusaiust pagayaspHOrO MEIIKa U yJIbTPATOHKOE
CTPOCHHUE SIUTEIUCB paayJIIPHOTO Melika ObLIM M3ydeHbl y obomx BumoB (P. noachina u Margarites
helicinus).

Bykkanvuoiii snumenuii. bykkansnas mosiocts P. noachina BeicTiiaHa BBICOKUM OJHOCITIONHBIM
SIIUTEIUEM, KIIETKH BBITSHYTHIC, TOCTUTAaOT 13 MKM B BbIcOTy. Sapa oBanbHOM hopmbl (PucyHok 3.2.6 ¢;
3.2.16 0) 3aHMMalOT LEHTpalbHOEe WIW Oa3anbHOE MoNokeHue. LluTomnazma pa3HOM SIEKTPOHHOM
IJIOTHOCTH COJEPKUT JHAOIJIA3MATUUECKUN PETUKYIYM U OKPYIJIbIE 3JEKTPOHHO-IJIOTHBIE TpaHyJIbI
paszHoro auametpa (1o 0.2—0.33 MKM), pacTooKeHHBIC B allMKAIbHON YacTu KiIeTku (Pucynok 3.2.16 a).
OnuTenuii noacTuiiaeT 0a3anpHas miacTuHka TomuHou 10 0.7 MkM (Pucynok 3.2.16 6). ToHodumaMeHThI
MIPOHU3BIBAIOT BCIO KJIETKY B alMKO-0a3aIbHOM HANpaBiIeHUH U BXOAIT B MUKpoBUILH (PucyHok 3.2.16 6).
Mexy 3TUMU OCHOBHBIMU KJIETKaMU OYKKaJILHOTO SIUTENHUS MOTYT BCTPEUATHCS HKENE3UCTHIE KIETKHU C
XOpOIIO Pa3BUTHIM JHJOIUIA3MATHYECKUM PETUKYJIYMOM U CEKPETOPHBIMH ITy3bIpbKaMU. DMUTETUI
HIDKHEH TyObl COCTOUT M3 BBITSHYTHIX KJIETOK, JOCcTUraroumx 20 MKM B BBICOTY. Slapa oBajgbHOU (OpMBI
pacroyiararotcsi Ha pasHbix ypoBHsAX (PucyHok 3.2.16 a). TonmmmHaa KyTHKYJIBI OYKKaIbHOTO STUTEIHS
MEHSIETCS: camasl TOHKas KyTHKyJia BUIHA HA TPaHMIE C MUIIEBOIOM (10 4.4 MKM), OHa MOCTENEHHO
YTOJIIIAETCS K YeMtoCcTH (10 9.6 MKM) M MEXIy ITUIaCTUHAMU YETIOCTe!, JocTurasi 17 MKM B TOJIIMHY Ha
HIKHEH TyOe. KyTukyna TpakTHYECKH OJICKTPOHHO-TIPO3pAadHasi M COJACPKUT MHOTOUYHCIICHHBIC
OecTopsiIOYHO  PACIONIOKEHHBIE JIIEKTPOHHO-TUIOTHBIE manouku (Pucynok 3.2.16 B-T), KoTOpble
CHUHTE3UPYIOTCS B LMTOIUIA3ME U BBIACISIOTCA B KyTHUKYJIy. KolMuecTBO BOJIOKOH B KYTHUKYJIE MEXKIY
TUTACTUHAMU YEJIOCTH | Iepel HUMU OO0JIbIe, 9YeM B OYKKAThbHOM JMHUTEITNH BEPXHEH IyOHbI.

Yenrocmu u enamosnumenuti. OCHOBBIBAsICh Ha TUCTOJOTUYECKOM CTPOEHUM, MOKHO BBIIEIHUTH
4eThIpe 30HbI yenmocT P. noachina: 1) 3ona cuHTe3a MOKPHIBAIOIIEH KyTHKYJIBI, 2) 30Ha (OPMUPOBAHHUS

pouteToB, 3) 30Ha cOPMHUPOBAHHBIX POJUIETOB, 4) pabounii kpaii yentoctu (Pucynok 3.2.17).
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B mnepBoii 30He snuTenui, NMOACTWIAOIIMKM YEIHOCTh, CHHTE3UPYET BHELIHUM CIIOM KYTHKYJIBI,
noKpeIBaromei cinoi poietoB (Pucynok 3.2.18 6). B KyTUKyJIApHOM MOBEPXHOCTHOM CJIO€ YEIIOCTH BO
BCEX 30HAX MOXKHO BBIIENUTH 0a3u- u snukyTukymny (Pucynok 3.2.18 r; 3.2.20 a, 6; 3.2.21 a; 3.2.22 a).
ba3ukyTHKysia COCTOMT M3 3JIEKTPOHHO-NPO3PAYHOIO MaTpUKCa C AIEKTPOHHO-IUIOTHBIMU I'paHyJlaMu
(muametpom a0 0.1 MKM), KOTOpBIE 00JIEE MIIOTHO 3aMOHSAIOT MUKy TUKYITY. [10 Bcelt ToNMuHEe KyTHKYJIBI
00HapYKUBAIOTCS MHOTOYHMCIIEHHBIE KOPOTKUE AJIEKTPOHHO-IUIOTHBIE MaJOYKH, KOHLIEHTPALMS KOTOPBIX
0oJbllIe B OCHOBAHUH KYyTHKYJIbI, YeM TOJ] OBEPXHOCTHIO. DMUKYTHKYJIA 3JIEKTPOHHO-TUIOTHAs M TOHKas
(mo 0.1 mxm) (Pucynok 3.2.17 1; 3.2.20 a, 6; 3.2.21 a; 3.2.22 a), oHa MOKET OTACNIATHCS OT OA3UKYTHKYJIBI
(Pucynok 3.2.20 0), oco0eHHO Ha IepeHeM Kpae 4eTtocT. PoyieTsl BCTPOEHBI B 3JIEKTPOHHO-TIPO3PAYHYIO
MaTpHILy, PacCTOSTHUE MeX Ty HUMHU MOxeT nocturath 500 uM (Pucynok 3.2.20 B). KyTukyina Tperbeii 30HbI
Oonee uéTKO pasleneHa Ha ciou. ba3uKyTHKyla MPakTHUYECKHM HE COJNEPKUT CHEpUUYECKUX TpaHysl
(Pucynok 3.2.21 a, 6; 3.2.22 n).

Onurenuil NepBoi 30HbI UMEET CXO0XKEe CTPOCHUE C dnuTeNueM ryosl. KiueTku 3Toil 30HbI HMEIOT
BRITAHYTYIO (hopmy, 10 18 MKkM B BbicoTy U 6 MKM B mmpuny (Pucynok 3.2.18 6). B 6a3anpHO# yacTu
SOUTEINHA MOJCTHIACT 3JIEKTPOHHO-IUIOTHAs Oas3aibHas IulacTMHKa 10 0.7 MKM, KOTOpas MOXeT
MeaHJpupoBaTh. Sapa oOBanbHON (HOPMBI 3aHMMAIOT I[EHTPAJbHOE WM 0a3aabHOE IMOJIoKeHHe. B
anuKaJIbHOW YacTH KJIETKH PaclojaraioTcs OKPYIJIble JIEKTPOHHO-IUIOTHBIE TPaHyJIbl Pa3HOTO AUaMeTpa
(0.2-0.3 mkMm). Ilyuku TOHO(MHIAMEHTOB MPOXOIAT OT Oa3aJbHOW IUIACTHHKH K KyTHKYJIE Yepe3 BCHO
[UTOIJIa3My KJIETOK, MPOHUKAIOT B MUKPOBWJUTH. MUKpPOBWILIM MPOHU3BIBAIOT KYTUKYIY Ha IMOJIOBUHY
tomuuHbl, A0 7 MM (Pucynok 3.2.18 a, 0). TonmuHa KyTHKYJIbl HEOAHOPOJHA B AITOH 30HE U
yBenuumuBaercs ot 6.5 g0 15 mMxm. KyTukyna comepxut OOJbIIOe KOJIMYECTBO KOPOTKUX (10 250 HM B
JUIMHY ) HEPETYJISIPHO PacloIoKeHHBIX BOJOKOH (Pucynok 3.2.18 B).

Bropas 3oma — 310 Mecto cuHTe3a poietoB (Pucynok 3.2.18 r; 3.2.19). Ilnomanp 3Toi 30HBI
npumeprHo 100x100 mxM. OauH poaneT GpopMHUpyeTcsi OJHON KIETKOW rHaTtosnuTenus. Poierst Moryt
UMETh PA3INYHyI0 GOpPMY B TIONEPEYHOM CEUCHUU: MPSIMOYTOJIBHYIO, TPEYTOJIBHYIO WIH HENpPaBUIBHYIO
(Pucynox 3.2.18 1; 3.2.19; 3.2.20). OHU npeacTaBisitoT cOOOM 3JIEKTPOHHO-IIJIOTHBIE CTEPKHEBHUIHBIE
o0Opa3oBaHus, MPOHU3aHHBIE MUKPOBWILISIMU. BO BpeMs pocTa poIjieT HEMHOTO M3rubaercs U MEHseT
MOJIOKEHHUE, OPUEHTUPYSACH MPOAOIBHO OTHOCHUTENBHO 4YeTOCTHOHM muiactTuHku (Pucynok 3.2.22 a, r).
Pomnersl, KOTOpBIE CHHTE3UPYIOTCS B 3aJHEM YacTH BTOPOM 30HBI, IOCTENIEHHO CMEINAIOTCS 110
HaIpPaBJIEHUIO K NEpeTHEMY KpPal0 YETIOCTHOW IJIACTHUHKHU, IPHU 3TOM CMEIIEHWU OHHM MepeBUTAIOTCS
OnrKe K TIOKPOBHOMY CIIOIO KYTHKYJIBI, TOTJa KaK BHOBb COOPMUPOBAHHBIE POJUIETHI 00Pa3y0T HUKHHIMA
cioit. Takum 00pa3oM, B cepeIuHe YETIOCTHON TUTACTUHKH (TPEThel 30HE YeTIOCTH) POJICTHI JIexkaT B 2-3

psiaa o KyTHKYJsIpHBIM ciioeM (Pucynok 3.2.22 e), a 6nmke K mepenHeMy padodeMy Kparo (4eTBEPTOI
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30HE YeIIOCTH ) — pacronaratorcs B 3-4 psaa (Pucynok 3.2.22 ). B 310i1 30He hopmMupyrommecs: poieTs
y’K€ MOT'yT ObITb OOHApY’KEHBI BHYTPU KyTHUKYJIBI.

['HaTosnuTenuii B 30He (OPMHUPOBAHUS POMAJIETOB (BTOPOW 30HE) MPEACTaBIECH OJHOPOIAHBIMH
WIMHIPHYECKUMHU KJIeTKamu 10 12 MkM BbicoToil. TommuHa 6a3anbHON MIACTUHKU qocTturaeT 0.2 MKM.
Snpa UMEOT HenpaBUJIbHYIO OBajJbHYIO (OpMYy M MOTYT pacmojaratbCsi Kak B 0Oa3albHOM, Tak U B
anmuKaJIbHOW 4YacTsax kieTtok (Pucynok 3.2.20 a, 6). lluTomnasma KJIETOK BapbUpPyEeT OT 3JIEKTPOHHO-
IIPO3pa4yHOM 10 3JEKTPOHHO-IJIOTHOM, € XOPOLIO PAa3BUTBIM HHAOIUIA3MAaTHUYECKUM DPETUKYJIYMOM H
BBICOKUM cojiepskanueM MuToxouapuit (Pucynok 3.2.20 a, 6). DneKTpOHHO-TUIOTHBIE BKIIOYECHUS
(nnamerpom 10 0.3 MKM) HEMHOTIOYHMCIIEHHBI M PAclOiOXEeHbl B anukaabHOW vacTtu. Kaknmas kierka
THATO3MUTENUs. 00pa3yeT oIuH poAseT. MUKpOBUIUIM rHaToOIacTa MPOHUKAIOT B POJUIET HA TPETh €ro
JUIMHBL. JlereHepupyromuX KIETOK B 3TOM 30He He Habmoxanock (Pucynok 3.2.21 a). CocTosiHuE KIETOK
THATOSIUTENUSI TOBOPUT O TOM, YTO THATOOJACTHl HE MOTrHOAIOT IMOcie O00pa3oBaHMSA DPOAJIETOB, a
IPOJOJDKAIOT aKTHUBHOE (pyHKuMoHMpoBaHue. Ha muxpodotorpadusx stoit yactu snurtenus (PucyHok
3.2.21 B) BUAHO, YTO HEOOJIbIIAsA YacTh FHATOOIACTOB, IOMUMO POJJIETOB, CEKPETUPYET KYTUKYJISPHBIN
MaTpPUKC, KOTOPBIH 10 CBOEH CTPYKTYPE HE OTINYAETCS OT MAaTPUKCA, 3aIIOIHAIOLIETO IPOCTPAHCTBO MEXILY
pOTIETaMH.

Tperbs 30Ha (chopMHpPOBAHHOW YENIOCTH) BKJIIOYAET CPEAHION U CaMyl0 OOJIbLIYIO 4YacTh
macTuHku (PucyHok 3.2.22 a). B aToit 30He 4€TKO BBIpaXEHBI TPHU CJI0sl. BHYTpeHHUN CIION YeltoCcTH
COCTOUT U3 KYTUKYJIIPHOI'O MaTPHUKCA, CEKPETUPYEMOTo OyKKalIbHBIM SIHUTEINEM. JTa KyTHKYJIa TUITUYHA
Ui OYKKaJbHOTO OSIMTENHSA: 3JIEKTPOHHO-TPO3payHasi, € XAOTUYHO PACHOJIOKEHHBIMU KOPOTKHUMH
nanoukaMu (10 2 HM JumHOM). CpeqHHid CI0H COCTOUT M3 TPEX PSIIOB POIJIETOB, CHOPMUPOBAHHBIX BO
BTOPOM 30HE, TOJILHMHA pANAa JOCTUraeT 62 MKM. POIJIeThl 3J€KTPOHHO-IUIOTHBIE, C OTBEPCTUSMH OT
MukpoBwied (PucyHok 3.2.22 6). BHemHuilt cnol TMJIACTUHKH YETIOCTH SBISIETCS TPOJIOJDKEHHUEM
BHEIIIHET0 KYTUKYJISPHOTO €10 — 3MUKYTHKYJIBI (Pucynok 3.2.22 1).

UerBéprast 30Ha (Wi pabouuii Kpail) 4eIoCTH — 3TO CBOOOHAS YacTh YETIOCTHOW IJIACTHHEI.
Cro#t KyTHKYJIbI, TOKPHIBAIOIINI OCHOBHYIO YaCTh YETIOCTHOM TJIACTUHKH, HE 3aX0UT Ha pabovyo 30HY,
YTO XOpOUIO BHJIHO Ha ¢dotorpagusx, cienaHHbIXx ¢ nomompo COM. Poxanersl ocHOBaHMAMHU
NPUKPEIUIoTes K KyTukyJie (Pucynok 3.2.22 B, r). Dnurenuii, NOACTUIAIOIUN YETIOCTb, CHHTE3UPYET
JIOBOJIBHO TOJICTBIN CJIOW KyTHKYJIBI IO/ YETIOCTHIO, YTO 00eCTIeYrBaeT MOABIKHOCTE pabovero Kpas. Jta
KyTHKYyJla pa3jiejieHa Ha BHYTPEHHMH CJIOW, XapaKTEepHBIA MJi KyTHUKYJbl OYKKaJIbHOTO SMHUTEIHS, U

BHeH.IHPIfI, Ooiee SHGKTPOHHO'HJIOTHHﬁ CJI0M ¢ OOJIBIINM COACPIKAHUECM KOPOTKUX TTAJIOYUCK.
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Inumenuu padynaprozo meuwiKa.

Ooonmobracmel  MAapTHUHAIBHBIX ~ 3yOOB  3HAYUTENBHO OTIUYAIOTCS OT  OJOHTOOJIACTOB
HEHTPaJbHOTO U JaTepalbHBIX 3y0O0B. OTO KIETKH HENpPaBWIbHOW (HOPMBI, PpPaCHOIOKEHHBIE
BEPTHKAIBHBIMU PSIAMH BAOJIh MAPTUHAIBHOTO 3y0a. Kaxxaplit MapruHambHbIN 3y0 hopMupyeTcs rpymnmoit
0JIOHTO0JIACTOB, KOTOPasi BHITAHYTa BAOIb HETO (Prucynok 3.2.12 B; 3.2.12 6-1; 3.2.14 1). 1o cepusim cpe3os
HE YJIaJoCch OOHAPYXKUTh CBA3b OJOHTOOJACTOB C OazaynpHOW TiacTuHKOM (PucyHok 3.2.23 a-0).
OnoHTOONACTBl OKPYIJION WM OBajJbHON (OPMBI PACHONATAlOTCS OJUH HaJ JAPYruM, (opMupys
MHOrOCIOMHbIH smurenuii  (Pucynok 3.2.23 6). ®opmupoBanue 3y00B MPOUCXOIUT Oaromaps
MUKPOBWUISIPHOM W Be3uKyJsipHOM cexpeuuu (Pucynox 3.2.23 6-r; 3.2.24). Anre3uBHbIE KOHTAKThI
COCIMHSIOT KJICTKH B HMX anukaibHbIX 4YacTsax (Pucynok 3.2.23 6-r; 3.2.24 6). Ilonq memOpaHnoii B
anMKaJbHBIX YacTAX OJOHTOOJACTOB ObLIM OOHapyxeHbl Oa3anpHble Tenbla (Pucynok 3.2.23 B, r).
Pactymmii 3y6 nponuzan MukpoBwuisiMu (Pucynok 3.2.23 6-1), Gosee 3peibie 3yObl UMEIOT BOJOKHUCTYIO
ctpykrypy (Pucynok 3.2.24 a, 6). IlpoctpancTtBo Mexay CQOPMUPOBAHHBIMU 3yO0aMH 3aIlOJIHEHO
3JICKTPOHHO-TIPO3padHbIM MaTpukcoM (Pucynok 3.2.23 1; 3.2.24 a).

B otnnuue ot 0/10HT001aCTOB MaprUHAIBHBIX 3y0O0B OOHTOOIACTHI LIEHTPAIBHOTO U JIATEPaJIbHBIX
3y0OB pacroyiararoTcsi B OJJMH PSIJT HA CTBIKE «pOroBy pamysspHoro memka (Pucynok 3.2.14 g, e; 3.2.15 T,
K). YnuHéHnnele omoHToOnactsl (Pucynok 3.2.25-3.2.28) pacnonoxeHsl B oAMH psa. Yucino rpymnm
OJIOHTOOJIACTOB COOTBETCTBYIOT KOJUYECTBY 3yOOB LIEHTPAJIBLHOTO MOJs. ['pymiibl pas3/ieneHbl BHICOKUMHU
KJIETKaMH C 00JIee DJIEKTPOHHO-TUIOTHOM ITUTOIIa3MOM 1 0e3 anmuKalbHbIX MUKpoBMiLIeh (Pucynok 3.2.25
a; 3.2.26 a). Omonrodnactel P. noachina gocrturator BeicoThl 60 MkM. OBaiibHBIC sipa B Tpymmax
OJIOHTOOJIACTOB LIEHTPAILHOTO U JIaTEpaJbHBIX 3yOOB pacrojiararoTcsi Ha pa3HBIX YPOBHAX, (HopMupys
nceBaocTparuduuupoBanubiii snutenuil (Pucynok 3.2.25 a), a B MapruHaibHbIX 3y0ax — B OJUH DSz,
bopmupyst MEOTOpsAHBIH snuTenuii (Pucynok 3.2.27). Oponrtobmacter M. helicinus mocturaror 30 MkM B
BBICOTY, TO €CTh CaMbl¢ BBICOKHE KJIETKM B JiBa pa3a Hike, ueM y P. noachina. OBaibHble sapa
onontobmactoB M. helicinus pacnonaratorcss B oaun psa (Pucynox 3.2.28 a). Takas pa3Huia B
pacIoNoKEeHUH SI/Iep, BEPOSTHO, CBsI3aHA C TeM, 4TO Ha oauH 3y0 y P. noachina mpuxomutcst 6osblie
oJ10HTOOacTOB, ueM y M. helicinus, u as 6osiee TIOTHON KOMITOHOBKH sIIpa PACTIPEIEISIOTCS Ha Pa3HbIX
YPOBHSIX KJIeTOK. O10HTOOIACThI COEAMHEHBI B alTUKAIBHOM YaCTH aJre3uBHBIMUA KOHTAKTaMu, (GOPMHUPYS
zonula adhaerens. bazanbsHblie Tenblia JokanusyroTes o zonula adhaerens (Pucynok 3.2.25 6, B; 3.2.28 a,
B). MukpoBwuin xopomo pa3sutbl (Pucynok 3.2.25 6; 3.2.28 B), B KJIeTKax MOXeT HaOIIOIaTbCs
Be3UKYJsIpHBIA TpaHcmopT (Pucynok 3.2.27). lluromnasma BKIIOYAET CEKPETOPHBIE CTPYKTYPHI,

IIPEJICTaBJICHHBIE annapaToM ['oibIku 1 SHAO0MIa3MaTHYECKUM peTUKyJIyMoM (Pucynok 3.2.25 ).

70



Uem nanbmie oT 30HBI (pOPMHUPOBaHUS, TeM 00Jiee TOMOTEHHBIMH W TUIOTHBIMH CTAHOBSITCS 3yOBI
panynel (Pucynok 3.2.29 a, B; 3.2.30 a). Ha paGoyem kpae 3yObl TUIOTHBIE U TBEPABIC, IOATOMY YacTO
CMUHAIOTCS TIPU MIPUTOTOBIICHUH YIBTPATOHKHX cpe3oB (Pucynok 3.2.30 6).

Membpanobdaracmel TPAKTUYECKH HEOTIIMYUMBI 110 YJIBTPATOHKOMY CTPOCHHUIO OT OJJOHTOOJIACTOB.
OT0 yIIMHEHHBIE KIIETKHU € 3JIEKTPOHHO-TIJIOTHOM HUTOIIa3MOM, KPYITHBIMH OBAJIbHBIMHU SIAPAMU U XOPOILIO
pa3BUTBIM CcHHTeTHYecKHMM anmaparoMm (Pucynox 3.2.26 6-B; 3.2.28 06, r1). MemOpaHOOIaCTHI,
CHUHTE3UpPYIOLIHEe MeMOpaHy MapruHajbHBIX 3yOOB, PAcIONaraloTcsi B «porax» 30HbI (OPMHUPOBAHUS
BEHTpaJIbHEE 0JI0HTO0IacTOB. MeMOpaHOOIaCThl, CHHTE3UPYIOLIHE PAAy ISIPHYI0 MEMOpaHy IIEHTPaJIbHOTO
0JIs, pacrojaraloTcs BEHTPaJIbHO B MECTE CIUSHHUS «POTOB», Cpa3y 3a OAOHToO]acTaMu. AJr€3UBHBIC
KOHTAKThI COCJIMHSIOT allMKaIbHbIC YaCTH KJIETOK. bazanbHble Tenblia B allMKaIbHON YaCTH HalIEHBI HE BO
Bcex kieTkax (Pucynok 3.2.26 6; 3.2.28 0). MUKpOBWJIM MPOHUKAIOT B MEMOpaHy OBOJIBHO TITyOOKO
(Pucynox 3.2.26 6-8; 3.2.28 6, 1).

Panynsipras memOpana CHHTE3MpPYyETCSi B BHIE TOMOT€HHOTO MAaTpUKCa CpPEIHEH 3JIEKTPOHHOM
IJIOTHOCTH, TIPOHU3aHHOTO JKMBBIMH MHUKPOBWIUIAMH MeMOpaHoOsactoB (Pucynok 3.2.26 6; 3.2.28 6). B
CpelHel 4acTu pagyibl (30HE 3pesblX 3yOOB) paayisipHas MeMOpaHa CTAHOBHUTCS Oosiee 3JIEKTPOHHO-
npo3payHoii (Pucynok 3.2.29 0, B), MUKpOBHUIH YK€ HE IPOHUKAIOT B He€. B paboueii 30He 1 Ha paboueM
Kpae paayibl MeMOpaHa 3jieKTpoHHO-Tipo3pauHa (Pucynok 3.2.30 a, 6), MUKpPOBWUIM TaK XK€ B HEE HE
nponukatot (Pucynok 3.2.20 B).

Ha pabodem kpae pa3BUBaIOTCS JABE JOMOJHUTEIBHBIE CTPYKTYpPBI: CyOpanaylisipHas MeMOpaHa u
KPBUTOBUIHBIE TPUIATKU paayisipHoii memOpanbl. CyOpanynspHas MeMOpaHa pacroyiaraeTcsi MExXIy
panynspHOil MeMOpaHOU U CyOpa Ty ISIpHBIM SMUTETUEM U TIPEJICTABIIAET COOO0M IIEKTPOHHO-TIPO3PAUHbBIN
amopdusIii matpukc (Pucynok 3.2.30 0). KpsutoBuaHbIE TPUIATKA — 9TO JOMOJHUTEIIBHBIE pa3pacTaHus,
M0 CyTH TIpOAOJKEeHHE pamynspHoi memOpanbl (Pucynok 3.2.9 a), koTopble OXBaThIBAIOT OJOHTO(OP
(Pucynok 3.2.31 a, B) B paboueil 30He i JIy4lIero CKpeIUIeHHus ¢ HUM. KpbUIOBHUIHBIE MPHIATKH
CUHTE3UPYIOTCS CTOJIOUATHIM OJHOPSAAHBIM snuTenueM (10 13 MM B Beicoty) (Pucynok 3.2.31 0),
pacnojaralouMcs B JIaTepalibHbIX YacTSAX BBICTUJIKM OYKKaJIbHOW IMOJIOCTH B palioHe ojoHTOodopa. Ha
TUCTOJOTHYECKHUX Cpe3axX BUHA HEOJHOPOIHAS CTPYKTYpa KPhUTOBUAHBIX MpuaaTtkoB (Pucynok 3.2.31 B),
YTO TOJITBEPKIAETCS Ha YIbTpaToHKOM ypoBHe (PucyHok 3.2.31 r). Buemnuii Toukuii (10 0.7 MKM) ciioit
0oJ1ee 3JeKTPOHHO-TUIOTHBIH, 3aTIOJTHEHHBIH METKUMH JIEKTPOHHO-TUIOTHBIMU CPepUIECKUMU I'PaHyIaMHU;
cpelHui cioi (0KO0JI0 2 MKM TOJIIIIMHOMN) COAEPKUT KPYTHbIE (10 1 MKM B IIMHY) aMOp¢HBIE 3JIEKTPOHHO-
IUIOTHBIEC TPaHYJIbl, IOTPYKEHHbIE B aMOP(HBIA MaTPUKC, U3 KOTOPOTO COCTOUT BHYTPEHHUU cioi (10 3

MKM TOJIIIMHON ). MUKpPOBUIUIM IPAKTUYECKH HE TPOHHUKAIOT B CyOpaaysipHyto MmemOpany (Pucynok 3.2.31

r).
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Cybpadynapueiii snumenuti CyIECTBEHHO MEHSETCS B 3aBUCHMOCTH OT 30HBI pamyibl. Psmom c
30HOW (QOpPMHUpPOBaHUS Paayibl B JIaTEpajbHBIX YacTAX pPaayJIIpHOTO MeIlKa SMUTEINi o0pa3oBaH
BBICOKMMHM  KJETKaMH C  SApaMHU, pPACHOJIOXKEHHBIMA B  HECKOJBKO  CJOEB, O0pa3yromux
NICEeBIOCTPATU(UIIUPOBAHHYIO CTPYKTYpY. VX muTOMmIa3Ma COAEPKUT MOIIHbBIE IyYKH TOHO(DHIAMEHTOB
(Pucynok 3.2.32 a, 6), nexxanux B alinko-0a3aJibHOM HalpaBiIeHUH B LIECHTPAIbHON YacTU KJIETKHU, BOJIU3U
anpa. lluTomnazma 3amojiHEHA MMTOXOHAPUSMU M XOPOILIO Pa3BUTHIM CHHTETHYECKHM alapaTrom
(Pucynok 3.2.32 6). Knepenu (6mmxe k 30HE cO3peBaHusA) CyOpaayIsspHBINA SMUTEINI COCTOUT U3 Oosee
VIUIOIIEHHBIX KJIETOK C HIEPOXOBAaThIM HSHAOIUIA3MATHUYECKUM PETHKYJyMOM B 1uToiuiasme (PucyHox
3.2.32 B). KopoTkue anukaabHble MUKPOBHLIM MPOHUKAIOT B paxyiipHyto MmeMmOpany (Pucynok 3.2.32 B).
Tawm, rae pamyna CTaHOBUTCSA MOJHOCTHIO CPOPMUPOBAHHOM, CyOpaLyIIpHBINA STUTETUN BRICOKUN, CHIIBHO
BaKyOJIN3UPOBAaHHBIN, C 3JIEKTPOHHO-NIPO3payHoi nuromiasmon (Pucynok 3.2.32 r; 3.2.33 a, B). B 30He
3peIbIX 3y0OB KIIETKH CyOpaayJIsipHOTO SMUTENUS CHIIBHO YIIOUIAIOTCS M HECYT OTPOCTKH, 3aXOJAIINE
Jpyr Ha Jpyra B alMKaJbHOM YacTH, Ha YTO YKa3blBalOT TOPU3OHTAJIBHO PACIOJIOKEHHBIE MeMOpaHbI
KJIETOK C aJre3uBHBIMU KOHTakTamu (Pucynok 3.2.29 B). OBanbHBIC s/1pa pacloaratoTcs TOPU30HTAIBHO.
MUKpOBIWIIIIM HE NPOHMKAIOT B pagyisipHyro memOpany (Pucynok 3.2.29 B). Knetku cyOpamynspHoro
sMUTeNNs B pabodeil yacTu paayibl Takxke yiuomensl (Pucynok 3.2.30 a). bimke k 30He aerpaganuu, rie
xXopomio pa3BuTa cyOpanyispHas memOpana (Pucynox 3.2.30 0, B), ¥ o KPbUIIOBHAHBIMH MPUATKAMHU
(Pucynok 3.2.31 r) kieTku MeHSIOT GOpMY Ha KBaJIpaTHYIO, a B 30HE JIeTpaaliii OHHU BHITSIHYTHIE (PrcyHOK
3.2.30 6).

Knerku cynpapaoynapnozo snumenuss HenpaBUIbHOH (OPMBI U pacmojararoTcs Mexay 3yoamu
(Pucynox 3.2.33 a, 0, r; 3.2.34). YacTo HEBO3MOXXHO MPOCIECAUTh KOHTAKT KJIETKU C Oa3aibHOU
wiactTuHkod. Lluromnmasma cpenHedl S7eKTPOHHOW IUIOTHOCTH, C XOPOIIO Pa3BUTHIM CHHTETHYECKHM
arnmapaTtoMm (Pucynox 3.2.33 6; 3.2.34). ba3zanbHble Tenblla HHOTA MPUCYTCTBYIOT B alIMKaIbHBIX 00JaCTAX
kieTok (Pucynok 3.2.34 6). CexperopHasi akTUBHOCTh CyNpapaay sIpHOTO SMUTENUs HaOII0JaeTcs B 30HaX
dbopmupoBanus u co3peBanus 3yoos (Pucynok 3.2.33 1; 3.2.34 6, T, ).
3ona nponughepayuu. Knetounsie neaeHus He ObUIH OTCIICKEHBI 110 CEPUSM TMCTOJIOTHYECKUX cpe3oB. Jlis
BBISICHEHHMSI 30H MUTOTUYECKUX [EJICHUN H30JHMPOBAHHBIC paayJIsipHbIE MEIIKH OOOWX BHJIOB ObUIH
3aukcupoBanbl B 4%-HoM [IDA u mocie OTMBIBKM WHKYOMpOBaHBI B aHTUTEIax Ha THCTOH-3 (anti-
phospho[Ser10]-histone3). Meuenue rHCTOHA-3 BBISBHJIO NPUCYTCTBUE MHUTOTHYECKHUX sIep B
CynpapayJiipHOM SIUTENINHU B JIaTepalIbHbIX 30HaX «poroBy» (Pucynok 3.2.35).

Dopmuposanue padynvt ¢ pazeumuu Margarites helicinus
Jis M3ydeHus paHHEro OHTOTeHE3a PHUIHJIOTIIOCCHON payibl BETHTacTPOIOJA OBLJIO JOBOJIBHO

o ipoOHo n3yueHo pannee paspurue M. helicinus. Pasmuosxenue M. helicinus B okpectrocTsix BBC MI'Y
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HAYMHAETCS B MIOHE, KOTJIa TeMIeparypa Bojibl qocturaet 7—8°C, u mpooipkaerces 10 KoHua utoist. CaMKu
OTKJIaJBIBAIOT CIM3UCTHIE JICHTHl IIUPUHON 5—6 OOIUTOB, KOTOpble OOBEAMHSIOTCS B €IUHYIO Maccy
(Pucynok 3.2.36 a). Chepuueckue xeneodpasHble mpo3pauHble sifieBbie Macchl (Pucynok 3.2.36 6) yame
BCEr0 MPUKPEIUISIOTCS K JaMuHapuu U Gykycy. OIiogoTBOPEHHBIE OOIMTHI 3aKIIOYEHBI B MPO3PAYHYIO
000J104YKy, TOATOMY JPOOJICHHE MOKHO HAOIIOAAaTh, HE U3BJIEKas stiflla u3 Kiaaku. pobieHne cnupaibHOe
roMokBajipanTtHoe. [lepBbie Tpu ApoOIeHUs MPOXOIAT Kaxkasle 2.5-3 yaca. MUKpoOMEpPBI U MaKpOMEpPbI
TPEThEro AeNeHUsl CUIBHO pa3nuyaroTcs mo pasmepy (Pucynok 3.2.36). OBanpHasi racTpyia ¢ XOpOIIO
BBIPR)KEHHBIM OJIACTONOPOM DPa3BUBAETCSA MPUMEPHO uepe3 2.5 aHs mocie omiogotrBopeHus (Pucynox
3.2.36 B-11). TpoxodopHast THUnHKA pa3BUBaeTCs depes 3.5 qHs, a eme yepe3 CyTKH BeJUrep ¢ Mpo3padyHbIM
NpOoTOKOHXOM H BenyMoM (PucyHok 3.2.36 M-H) HauyWHaeT BpallaThCs BHYTPH HWHKAMCYJIHUPYIOIICH
o0osnouku. Benurep ¢ xopouo copMHUPOBAHHBIM ITPOTOKOHXOM M OMNEPKYJIyMOM 3aHMMAET IMOYTH BECh
00BEM diilia Ha 8-e cyTku nocie ormioaoTBopenus (Pucynok 3.2.36 0), a Ha 14-i1 JeHb TMUUHKU C YEPHBIMU
rnazaMu ¥ nrynanbiamu (Pucysok 3.2.36 1) akTUBHO TIEpeMeEINIaroTcesl BHYTpH stitna. [lomsaromas Mmonoas
MOKUAAET KIaAKy Ha 16-i1 1eHb mocie OrioJ0TBOPEHHUS.

Panyny Ha paHHHUX CTaaMSX TOBOJBHO CIIOKHO OOHApY>KUTh y BUIOB C JICHUTOTPO(PHBIM THUIIOM
pazButuda. [lockosbKy paayina MajleHbKas M INpo3padHas, TO Ha TOTAJIBHBIX IIpernapaTax OHa IUIOXO
paznuuuMa Ha (OHE KEJITOUHBIX IPaHyJl, IO3TOMY JUIsl ONpEeNICeHUsl CaMOl paHHeH cTaauu, Ha KOTOpOi
CUHTE3UpyeTCs paiyia, ObLIM MPOBEACHBI HCCIeAOBaHUs 28 JIMYMHOK Ha Pa3HBIX CTAIMSIX PAa3BUTHUS C
MOMOIIBIO OKPAaCKH, MapKHUPYIOMIeH HENMOJUMEPU30BAHHBIN XUTHH, C TOCIEAYIOIIUM HU3y4YeHHEM Ha
KOH(OKAJTHHOM JIa3€pHOM CKaHUPYIOIIEM MHKpOCKome. B pesympTare »THX mpeAaBapUTEIbHBIX
UCCIIEIOBAaHMIA TIEPBbIE paLy bl ObUTH OOHAPYKEHBI y BETUTEPOB C YEPHBIMU TIIa3aMH U XOPOILIO Pa3BUTON
NUIIEBAPUTEIIEHOW JKENe30H, BHUAMMON dYepe3 Mpo3padHblii MpoToKoHX, Ha 10-12-if neHp mocie
oroioTBopeHusi. Pagyna moBonbHO ObICTpo mepepacTaer u3 3—4—psaHoit B 7-8—psaanyo (Pucynox
3.2.37). Camblii mepBbIid psj pacrojiaraeTcst OJMKEe BCEr0 K POTOBOMY OTBEpCTHIO. Takas pajmyiia
oOHapy>»KeHa Ha CTaJIu1 TOCTTOPCUOHHOTO BEJIUTepa ¢ MAHTUMHOW MOJIOCTHIO0, CMEIIEHHOMN HaJI FOJIOBOH, U
XOpOILIO pa3BUTHIMM LiynainsuamMu U rnazamu (Pucynok 3.2.28 a-B). Ilepennsisi kuiika yke XOpOIIO
pa3BuUTa, paayJIIPHBIN MEIIOK 3aKJIaIbIBACTCS KaK BeHTpaibHas nHBaruHaius (Pucynok 3.2.28 r).

Panynbl 10BeHMITBHBIX OCOOEH, TOTOBBIX K BBIXOAY M3 sifiieBoi Macchl (Pucynok 3.2.39 a),
U3y4auch ¢ nmomomsio COM. Pamyna ocobeli B MOMEHT BBIXOJIa U3 KIIAJAKU JTOCTHTAET oKoJjio 150 MKkM B
mumHy W comepkuT 28-30 momepedyHbIX pSOB, panyiisipHas MeMmOpaHa C  XOpOIIO pPa3BHTHIMU
KPBUTOBUIHBIMU TipuaaTkamu. CamMble cTapble psijabl B pabodeii 30He (a 3HAYUT, CaMble TIEPBbIE, KOTOPHIE
c(hOpMHUPOBAITUCH y BEIUTEPa) COCTOAT U3 ceMu 3y00B, hopmyna 1.2.1.2.1 (meHTpaibHOE YHCI0 0003HAYaeT

€MHCTBEHHBII LIEHTPAJIbHBIN 3y0, YKciia ¢ 00€UX CTOPOH OT HETO OTPaXKalOT KOJUYECTBO JIaTEpPaIbHBIX, a
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cample KpailHme — MapruHajibHbIX 3y0oB) (Pucynok 3.2.39 B). Ha sToii cragum TpymHO pPa3IUYUTh
JaTepaibHble U MApTHHAJIbHBIE 3yObl, MOCKOIBKY (hopMa HX 1oxoxa. TeMm He MeHee, /1Ba JIaTepalibHbIX 3y0a
C KaXXJI0¥ CTOPOHBI OT IIEHTPAIBHOTO MPUOIHKEHBI K HEMY, a 1Ba MapTHHAIBHBIX 3y0a HEMHOTO OT/IEICHbI
¥ CMEIICHBI OTHOCUTENBHO LIEHTpalIbHOTO MoJist paxyisl (PucyHok 3.2.39 0, B). [1o mepe pocra roBeHMIIEH
KOJIMYECTBO JIaTepalbHBIX W MaprUHAIbHBIX 3yOOB yBEIMYUBAETCS, U Oymke K 30HE (HOpMHpOBaHUS
panyisl (e pacrosiararTcs 0ojee MoJIobIe 3yObl) MmonepevyHbd psaj coctouT u3 11 3yomos (3.2.1.2.3;
Pucynok 3.2.39 r). ¥ monoau npumepHo depe3 30 1HEH nocie BhUIYIUIEHUS pajyiia Takxke coaepxut 11
3y0OB B ITONIEPEYHOM PSTY.
Yaempamonxoe cmpoenue nuuunounoi padyawt Margarites helicinus

PanynsipHblit MEIIOK BOSHUKAET KaK KOPOTKasi HHBarMHAIMsI Ha BEHTPAIbHON CTOPOHE CTOMOJIeyMa
Ha CTAJUU PAHHErO MPETOPCHOHHOIO MJIM TOJIBKO YTO IMPOLIEAIIErO0 TOPCHUOH Beaurepa. ITO MPOCTOU
Meniok 0e3 Oudypkanuu B 30He GopmupoBanus (Pucynok 3.2.28 B, r). 30Ha (OpMUPOBAHUS PaJTyJIbI
pacnoJjiokeHa B cienom KoHie memka (Pucynok 3.2.28 r; 3.2.40 a). OgonTo0nacTsl yaaTuHEHHON HOpMBI
(1o 26 MKM B BBICOTY), C KPYTJIBIMU WJIH OBaJIbHBIMU SiApaMU (MakcUMyM 6 X 8.5 MKM), pacrosio>KeHHBIMH
B 0a3zanpHOM yacTH KieTku (Pucynok 3.2.40 0). B anukanbHOM yacTu KJIETKM COEJUHEHBI aAre€3UBHBIMU
koHTakTamu (Pucynox 3.2.40 B, r), nuromigazMa »3JEKTPOHHO-IIPO3payHasi, C XOPOIIO pPa3BUTHIM
CUHTETHYECKUM allapaToM, BKJIIOYas 3HJOIUIa3MaTUYeCKull peTukyiayMm M anmnapat ['ombmxu (PucyHok
3.2.40 B). bazanbHbIe TenbIIa pacnoiOKeHbI B alTMKAIBHOW YacTH KJIETOK 1o MmemOpanoi (Pucynok 3.2.40
B, I'). Cy0- u cynpapaayisapHbIiA SIUTEINI UMEIOT CXOIHYIO YIBTPACTPYKTYPY, 32 UCKIIOUeHUEM (OPMBI
KJIETOK: OHHM HE TaKHe BBICOKHE, KaK OJIOHTOOJIACTHI, U TOCTUTAIOT 3.5 MKM B BbicoTy (Pucynok 3.2.40 n).

MemOpana pagyssl ¥ 3y0sl OPMHUPYIOTCS Iy TEM MUKPOBUILIIpHOH cekpernu (PucyHok 3.2.40 B, e).

Oo0cy:xnenue
B pesynbrate uccnenoBanuii mopdosoruu Puncturella noachina u Margarites helicinus Briepsbie

JUI BETUTacTPOMO ObUIM IMOJYYEHBI JAHHBIC IO YJIBTPATOHKOMY CTPOCHHIO YEIOCTeH M Paayibl U
OHTOT€HE3Y TJIOTOYHOTO BOOPYIKCHHSI.
Dopmuposanue u cunmes ueaOcmu

YentocTl BCEX BETHUTacTPOIOA, KpOMe JBYX TINIyOOKOBOAHBIX cemeiictB Pleurotomariidae u
Cocculinidae, npeacraBisitoT co00il MmapHbIe MIACTUHKH, PACIOIAraroInecs Kak MpaBuUjo JIaTepaibHO B
OyKKaJIbHOM MOJOCTH HAPOTHB pabouero Kkpas paaysisl. Harie Bcero paboumii Kpaii YeF0CTHON TUIACTUHKH
Hecér postersl (Haliotidae, Fissurellidae, Lepetodrilidae), no moxer Obith u riamkum (Trochidae,
Lepetodrilidae). Pleurotomariidae — penukToBas Tpymnma BETUTAacCTPOIOJ], MPEJACTABUTEIN KOTOPOH B
Me3030€ OOMTaIM Ha MEIKOBOJbE, a oTOM ynutd Ha riryouny (Lee et al., 2016). Jlist BugoB cemeiicTBa

Pleurotomariidae uemtocTh mpeacTaBisieT coOOM MSICHCTYIO TUTACTHHKY C TJagkuMm kpaem (Harasewych,
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Askew, 1993). UentocTh, BHyTPSHHUE U BHELIHUE T'YObI CIIMBAIOTCS B HETIPEPBIBHBIIN CKICPOITPOTEHHOBBIN
yuactok (Harasewych, Askew, 1993). ®akTruecKkyd BHYTPEHHSSA W BHEIIHASA I'yOBI, YEJIIOCTH U POTOBBIC
COCOYKHM CBSI3aHBl MEXIY COOOM XUTHHOBOW BBICTHJIKOM, KOTOpas 3all[UIIAeT POTOBYIO MOJOCTh OT
BO3JICUCTBUS paiyJibl, IPUCTIOCOOICHHOU K muTaHuio ryokamu (Harasewych, 2002), 1 OT KpyIHBIX KyCKOB
aOpa3uBHOM MUIIH, KOTOPOU MUTAIOTCS TTPEACTABUTENH ITOTO ceMelcTBa. Takoe mpeoOpa3oBaHUE YEITIOCTH
Pleurotomariidae cBsi3aHo ¢ mepexo0M K CIeNUaIn3UPOBAHHOMY IMUTAHHIO I'YOKaMH.

Bonee oObIUHBIM A7 BUAOB-ACTPUTO(ATOB SIBISETCS MapHas 4YeNIOTHAs IUIACTHHKA, KaK y
u3y4eHHBIX BHIOB, Puncturella noachina u Margarites helicinus, MoxxHO cka3ath Kiaccudeckas st
BETHTaCTPOIIOA. DTO TMapHbIE IJIACTUHKHU, PACIIOIOKEHHBIE TOPCO-TaTePaIbHO B OYKKAIBHOW MOJIOCTH, C
pojuieTaMd 1o pabouemy Kparo. JIMTepaTypHbIX OaHHBIX IO YJIBTPATOHKOMY CTPOCHHIO YETIOCTel
BeTturactponoa Her. llodydyeHHbIE MaHHBIE MOKA3alld, YTO OCHOBY YENIOCTU COCTaBISIET KYTHUKYJSpHAS
IUTACTHHKA, CAHTE3UPOBAaHHAs C IOMOIIBI0 MUKPOBIIIISIPHOTO amiiapaTa THaTOSMUTEN s, OICTHIIAIOIIETrO
yemocTu. [lepennuii cockpebaromuii Kpail 4esnrocTi 000MX U3yUYE€HHBIX BUJIOB 00pa30BaH JABYMsI CIOSIMU:
BHEITHHI MpeCTaBIsIeT cOO0N XUTHHOBBII MaTPUKC, @ BHYTPEHHUI CHOPMUPOBAH KOPOTKUMH POJUIETaMHU,
pAcIOIOKEHHBIMM B HECKOJIBKO PSAJOB. AHAJIOIMYHOE THCTOJIOTUYECKOE CTPOCHHE OMUCAHO IS
PECHOBO/IHOM 1ieHoracTpomno bl Marisa cornuarietis (Lutfy, Demian, 1967). XapaktepHoii 0cOOEHHOCTBIO
SIBIISIETCS TO, YTO OJIMH POJUIET CHHTE3UPYETCS OJHOW KIJIETKOH THATOATHTEIIHS.

Kak mokazaHo B mpeapiaymiei riaaBe, y T. testudinalis sposus pabouero kpas dYearoCcTH
KOMITEHCHUPYETCsl Oojiee aKTHBHOM CeKpelmeil 4einrocTH CKIaaAkod rHatosmutenus. ¥ — P. noachina
MEXaHU3M 3aMelleHHs POAUPOBAHHOIO MEPEAHEr0 OTAeNa YENIOCTH CIOXKHEE M3-3a MHOTOCIONHOCTH U
HAJIM4MS JUCKPETHBIX poasieToB. OOHOBIEHNE pab0vero Kpasi YeMOCTH MPOUCXOIUT C TOMOIIIBIO YETHIPEX
MOP(OJOTHUECKH Pa3IMYHBIX AIHUTEIHAIbHBIX 30H, HauyWHAas C CaMoOil 3amHei (TIepBOii) 30HBI, TIe
MIPOUCXOJNT YTOJIIEHWE W HapacTaHWE BHENTHeH omHOpoaHOHN turacTMHKU (PucyHok 3.2.41). PomneTsr
(dopMHpYIOTCS B 30HE 2, II€ OJ{HA KJIETKA THATOAMUTENNS CUHTE3UpyeT OAuH pojuieT. [Ipu nocTixeHun
HY>KHOH JIJTMHBI POJUIeTa CHHTETUYECKass aKTUBHOCTh THAaTOOJIACTa OCTAHABIIMBACTCS, @ POUIET BMECTE B
OKPY’KaIOIIMMH €r0 COCETHUMH POJIETAMH M BEpXHEH TOMOTEHHOH TUTACTHHKOM MPOIBUTAETCs BIepEn (B
30oHy 3). [Ipu3nakoB QopmupoBaHus pOJJIETOB B TpeThel 30HE HE OOHApPYKEHO, U 3TO, BEPOSTHO,
CBUJIETEJILCTBYET O TOM, YTO BECh CJIOW KYTHKYJSPHOTO MaTpHUKCa IMpPOABHUraeTcs BIEpEN BMeECTe C
SMUKYTUKYJSIPHBIM cJi0eM. [10CKONIbKY B MOJCTHIIAIOIIEM YETIOCTh THATOAIHUTEINN HE OBUIO OOHAPYKEHO
JIETEHEPUPYIOMNX KJIETOK C MPHU3HAKAMH arlonTo3a, TO THATOOJIACT, BEPOSITHO, MOXET HEOJIHOKPATHO
CHUHTE3UPOBATh POAJIET, TO €CTh MEPHOJ] CUHTE3a CMEHSIETCS MEPUOAOM MOKOs. Bce KileTku BTOPOM 30HBI
YENIOCTH JIOCTATOYHO OJHOPOIHBI, ITUTOIIa3Ma 3arO0JHEHA TUIOTHBIM 3€PHUCTBIM HIOMIA3MATHIECKUM

peTukyiIymMoM, OoraThiM pa3HOOOpa3HBIMH BKIIOUEHUSMH W MHTOXOHIPUSMH. OTO IO3BOJSET
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NPEINONIOKNATh, YTO TOClie O00pa3oBaHMs pOAJIETa THATOXNHTENHATIbHAS KJIETKa TMPOJOJDKAET
CEKpPETHPOBaTh «HOPMAJbHBIN», MEHEE 3JEKTPOHHO-TJIOTHBIM KYTHUKYJISIPHBIN MaTpUKC, a 3aT€M CHOBa
HaunHaeT (hopMupoBath odepeaHoi poaiet (Pucynok 3.2.41 B). [Ipubnu3utenbHas oneHKa 4rcia KIETOK
B 3TOM 30HE (Ha OCHOBE aHAJIM3a CEPHIi TOTYTOHKUX CPE30B) MOKA3BIBAET, UTO THATOOIACTOB KAK MUHUMYM
B 4 pa3a MEHbIIIE, YEM POJIETOB, TO €CTh KaXk/1asl KJIETKA 10JKHA Obliia 00pa3oBaTh HE MEHEe TPEX-UEThIPEX
POJIIETOB.

[TpenmonoXxeHHbI B TaHHOW paboTe MEXaHW3M BO300HOBIICHUS TAKOW YETIOCTH MO HEKOTOPBIM
napamMeTpam HallOMHUHAeT MEXaHW3M CHHTE3a paayJibl. B 000X cTpyKTypax ecTh rpyHIibl KJIETOK, KOTOPbIE
CIIOCOOHBI HEOJAHOKPATHO MepeKIItoyaThes ¢ (a3bl aKTUBHOI'O CHHTE3a Ha a3y nokos. Kpome Toro, ectsb
rpynmna KJIeToK, HOCTOSIHHO CUHTE3UPYIOLIUX BHEKJIETOUHBIN MaTPHKC.

Dopmuposanue 63pocioil paoynvt

B pabote BriepBbIe peCTaBICHBI JaHHBIC TIO YJIBTPATOHKOMY CTPOSHHIO PaIyJibl BETUTACTPOIO/.
3oHa (opMHUpOBaHHS paayJibl Y M3yYCHHBIX BHJOB, KaK U y BCEX HM3BECTHBIX BHJOB BETUTACTPOIIO],
pacmiericHa Ha aBe mosioBuHBI (Sasaki, 1998). Ilockonbky o6rmas MOp(hOIOTHS pagyiabl M 30HBI
(GOpMUPOBAaHUSA CXOXKH Y MHOTHX BETHTACTPOIOJ, TO MOXXHO TNPEINONOXKUTh U CXOXKHE THUIIBI
(GbOopMUPOBAHUS PAYJT y BCEX BETUTACTPOIIO/ C TIOTHOM PUIHIOTIOCCHOHN paaysIou.

3oHa (HOpPMHUPOBAHHS PaALYJIbl XapaKTEPU3YETCs CIEIYIOMUMU ocoOeHHOCTsMU. 1) Paznenenwue
30HBI (POPMHUpPOBAHUS Ha JIBE€ MOJIOBUMHBL. Takoe pasaeneHue CBA3aHO C HEOOXOAMMOCTBIO yBEIUYEHUS
CEKPETHPYIONIeH MOBEPXHOCTH OJIOHTOONACTOB, JUISI TOTO YTOOBI OBLIO BO3MOXHO C(HOPMHUPOBATH
MHOTOUHCJICHHBIE U KpaiiHe YUTMHEHHbIE MapTrUHAIbHbIE 3yObl. B 0IHOM «pore» pacroiararoTcsi TPYIIbI
OJIOHTO0JIACTOB, COOpaHHBIE B BEPTHKAJIBHBIC PAIbI, KOTOPBIE €IMHOBPEMEHHO CHHTE3HupyoT a0 30-50
JUTMHHBIX 3y0OB, YTO CJIIOKHO MPEACTABUTH ISl 30HBI (DOPMUPOBAHUS MPOCTON OyIaBOBUIAHOU (HOPMBI. 2)
PanynsipHbIil MEIIOK MOKPBIT COETUHUTENFHOTKAaHHONW 000J104YKO0#, KOTOpasi B 30He GOpMHUpPOBaHUS 3y0OB
pa3pacraercs B MOAJICPKUBAIOIIYIO CTPYKTYpY. TpéxmepHas opraHu3aius moaaep>KuBaroIieil CTpyKTyphl
o0ecrieunBaeT pacuierieHie 30HbI JOPMHUPOBAHUS Ha IBa «poray. 3) OmoHTO0IaCTH MAPTUHAIBHBIX 3y00B
(GOPMUPYIOT MHOTOPSTHBIA IMHUTEINH, KOTOPBIA CTAI HEOOXOAMM JUIS (DOPMHUPOBAHMS TAKUX JITHHHBIX
3y60B. Takas koMIaKTU3alKs TO3BOJISET YBEIUYUTH KOTMYECTBO IPYI 0JI0HTO01acTOB. 4) OOHTOOIACTHI
0ojee KOPOTKUX 3yOOB LIEHTPAIBLHOTO MOJSI COOpaHbl B TPYIIIBI, KOJMYECTBO KOTOPHIX COOTBETCTBYET
KOJINYECTBY HEHTPAILHOTO U JIaTepaIbHBIX 3y00B. OOHTOOIACTHI UMEIOT BHITSIHYTYIO )OPMY C OBaJIbHBIM
SIPOM, XOPOIIO PA3BUTHIM CHHTETUYECKUM alapatoM H Oa3aJbHBIMH TeibllaMu. OTMedeHa Kak
MUKPOBWIIISIPHASA, TaK U MEpOKpHHOBas cekpeuus. 5) [lo ynbTpaTOHKOMY CTpPOEHHI0 MeMOpaHOOIACThHI
NPUHIANIAATHHO HEe OTJIMYAIOTCS OT 0J0HTOONAcTOB. COrTacHO TPEXMEPHON PEKOHCTPYKIMH MeMOpaHa

MOSIBJISICTCST B TOM JK€ MECTE, UTO M 3yObI, YETKHX MOP(POIOTUICCKUX OTIUIHIA OOHAPYKHUTH HE YAIOCH. 6)
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CyOpanynsipHblii >mUTeNUidi B 30HE (OPMHPOBAHUS MOXKHO DPAa3IEIUTh HA TPU TPYMIBL: a) KICTKH,
pacnojaralpomuyecss cpa3dy 3a 30HOW TMpHUKperuieHuss 3y00oB K MeMOpaHe, OHM cCOAepXkaT Iy4dKd
TOHO(UIIAMEHTOB; 0) CHUIBHO BAaKyOJIH3WPOBAHHBIE BBICOKHE KIIETKH, KOTOpPBIE PACIONIAraroTcs IO
panyJioif B 30He MUHEpAJIN3alluH; B) KJIIETKU CyOpaay IsIpHOTO SIUTENHS, OHH YIUIOIIAIOTCS B MecTe cruda
U COXPaHSIOT Takylo MOP(QOJOTUIO [0 BCEH HIWHE pagyJIIpHOTO MeEIKa. JTO pa3zHoobOpasme
[UTOJIOTUYECKMX OCOOEHHOCTEH KIIETOK CyOpaaysIs[pHOTO OSHHUTENUs CBSI3aHO C MOJACpPKHUBAIOIICH
byHKLIHEH.
Dopmuposanue TUUUHOUHOU PAOY/Ibl

Pamyma M. helicinus u3 betoro mopst hopMupyeTcs Ha CTauu MOCTTOPCHOHHOTO BEJIUTEpa, TaK Kak
panayna BHepBble OOHApYKEHa Y JIMYMHOK C XOPOIIO Pa3BUTON paKOBUHOM U MUIIEBAPUTEIBHOMN KEJIe30H,
IPOCBEUMBAIOIIECH CKBO3b MPO3payHbIil MPoTOKOHX. KonnuecTBo 3y00B B momepedyHoM psay U Gopmyiia
(1.2.1.2.1) cornacyrotcs ¢ 6onee panaumu uccrnepoBanmsivu (Kawamura et al., 2001; Kuehl, 2020). Ognako
Kpodrc (Crofts, 1937) onucana nuunHouHyto pamyity y Haliotis kak uMeroryto 1eHTpaabHbIH 3y0 U 110
TPU JIaTepabHBIX 3y0a ¢ Kaxaoi croponbl (dpopmyna 3.1.3). ITockoneky Kpodtc (Crofts, 1937) ne
OPUBOJUT HUKAKUX WJUTIOCTPAlUi JMYMHOYHBIX 3y0OB, M C Y4€TOM CXOJCTBa JaTepajbHBIX U
MapruHajJbHBIX 3yOOB Ha 3TOW CTaIuH, BIIOJHE BEPOSATHO, YTO OHA MPHUHsIA MaprUHAIBHBIA 3y0 3a
BHEIIHUH JTaTepaibHbIi. MBI corytacHbl ¢ apyrumu aBropamu (Kawamura et al., 2001; Kuehl, 2020), uto
JUYUHOYHAS padyJsia BCeX U3yUYEeHHBIX BUIOB BETUTACTPOIIO COCTOUT U3 IEHTPATBHOTO, IBYX JIATEPATbHBIX
U MapruHaIbHOTO 3y00B. T0 eCTh XOTS TMUMHOYHAS pajyiia OTIIMYAETCs OT B3POCIIOH M0 KOJIMYECTBY 3y00B,
HO y He€ MPUCYTCTBYET MOJIHBINA HAOOp TUMOB 3y0OOB ¢ caMbIX paHHUX cTtaauid. Kak moka3zan takxe Bapen
(Warén, 1990), konuuecTBO JaTepajbHBIX M MAaprHMHAJIbHBIX 3yOOB YBEJIMYMBAECTCSI C POCTOM, a Y
sk3emiusipoB M. helicinus, pa3mep pakoBHHBI KOTOPBIX JOCTHIAaeT 2 MM, YK€ UMEETCS MOJIHBIA Habop
3y00B, XapaKTepHBIH Il B3pOCIIbIX ocobeil. KumieuyHuk y uccne0BaHHbIX THYHMHOK OBLT MyCT, KPOME TOTO
BHYTPH MHKAICYJIMPOBAHHOTO SiI1a OTCYTCTBOBAJIU JIOTIOJIHUTENIbHBIE MUTATEIbHbIE BenlecTBa. [loaTomy
JMYUHKYI BO BpeMsI Pa3BUTHUS BHYTPH sTilIa HE MUTAIOTCS; TEM HE MEHEe K MOMEHTY BBUTYTUICHUS U3 TUIHOM
Macchl OHH JJOJDKHBI OBITH TOTOBBI K aKTHBHOMY MCTIOJIB30BaHUIO PAIYJIbl IIPH MATAHHH.

VipTpacTpyKTypHbIe ncciaenoBanus M. helicinus moka3siBaroT, 4TO 30HBI (OPMUPOBAHUS PATYITBI
JUYUHOK W B3pOCHBIX 0coOel cymiecTBeHHO pasznuuatorcs (Pucynok 3.2.42). JluumHouHas paayna
oOpa3yeTrcss B paayJsipHOM Melike Oe3 3amHel Oudypkanuu, Onmaromaps CEKpeluH MUKPOBWILICH
KPYIHBIMU M OJHOPOAHBIMU OJIOHTOOJIACTAMH C AJIEKTPOHHO-IIPO3PAYHON IMMTOIUIa3MOW, TOr/Aa Kak
B3pociias paayiia GopMUPYETCS MHOXKECTBOM YUIMHEHHBIX KJIETOK, PACIIONIOKEHHBIX TpyINaMu. Takue xe
CYLIECTBEHHbIC OTIMYUS B (OPMUPOBAHUU JIMUYMHOYHON M B3POCION paaysl ObUIM OTMEYEHBI s

naremioractporofsl  Testudinalia testudinalis B mpeapiaymiei riaBe. XOoTs JHMYHMHOYHBIC pagyiibl 1.
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testudinalis u M. helicinus pa3nuuatoTcs mo komuuecTBy U hopme 3yOOB, yIbTPACTPYKTYPHBIC TPHU3HAKH
30HBI (POPMHUPOBAHHUS CXO/HBI, YTO MO3BOJISIET MPEAIONOKUTD, UTO ITH MPU3HAKUA MOTYT ObITh OOIIUMH ISt
JIMYUHOYHBIX PayJl BCeX ractporno/. JlanpHeinas criennanu3anus 30461 (GOPMHUPOBAHHUS PAITyIIbl 3aBHCUT
OT TaKCOHAa W/WIM THIA PAAyJibl. SIPpKUM OPUMEPOM CIYXKAT Paayiibl BETHTACTPOIO, Ui KOTOPBIX
XapaKTepHO YBEIMUYCHUE YKCiIa 3y0OB B IMOMEPEYHOM PSILy W YUTHHEHHE MaprHHAIBHBIX 3y0OB, UTO

IPUBOIUT K MoaubuKauu (opMbl OJOHTOOIACTOB U U3MEHEHUIO (hOPMBI 30HBI (POPMUPOBAHUS.
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3.3 CTPOEHHUE NMIIEJAOBBIBATEJIBHOI'O AIIITAPATA NERITIMORPHA

Neritimorpha — mmpoko pacnpoctpaHéHHasi TpyIa MOPCKUX, MPECHOBOJIHBIX M HA3EMHBIX
OpIOXOHOTMX MOJUTIOCKOB, COXPAHSIIOIIMX HEKOTOpble IUIe3HOMOpQHBIe Npu3Haku. OAHUM U3 TaKuX
NPU3HAKOB SIBIIICTCS pUMUAAOTIOCCHas panyia (Baker, 1923; Unabia, 1995), kotopas Takxke BCTpeyaeTcs y
BETHTaCTPOIIOl M «HIXHHX» reTepoOpanxmii (Haszprunar et al., 2011). PunmmornoccHas pamyna
HepUTHUMOpP(], TaK e KaK W BETHTacTPOIOJ, XapaKTEpU3yeTCs HAIMYMEM MHOTOYHCIICHHBIX 3yOOB B
MOTEPEYHOM PSAY: LEHTPAIBHOTO, HECKOJIBKUX JIATePAIbHBIX U MHOXKECTBA YAJTUHEHHBIX MapruHAIbHBIX
(Krings et al., 2021; Macey et al., 1997; Ponder, Lindberg, 1997). HecmoTpst Ha 0011iie ¢ pUIIHIOTIIOCCHOM
pamyiol BETUTACTPOIOA YEPTHI, paayia HepuTUMOpd oTiaudaercs Mopdonorueit 3y00B IEHTPAIBHOTO
noss. JlatepanbHbie 3yObl OoJiee MacCHBHBIC, Pa3HOPOIHBIC W KPYIHBIC, YeM y Beturactpomno (Sasaki,
1998). Bueminee pasieneHue CIENOro KOHIIA Ha JBE IOJIOBUHBI, KaK y BETHTacTPOIOJ, OTCYTCBYET.
Hanuune ugemrocreit ocraércst mox BompocoM. OAHM aBTOPBI yKa3bIBalOT clab0pa3BUThIE MPUPOCIINE K
SIUTENNI0 OJMHOYHBIC YEIIOCTHBIC IJIACTUHKHU, PACIIOIOKEHHBIE HANpPOTUB pabodero Kpas pamyiibl B
OyKKaJIbHOU TOJIOCTH U TIOXOKHE, CKOpee, Ha yToieHue KyTukyisl (Sasaki, 1998). [Ipyrue aBTophl He
npu3HaioT ux 3a yearoctu (Ponder et al., 2019). JluteparypHble JaHHBIE TI0 CTPOCHHIO 30HBI ()OPMHUPOBAHUS
payJibl 3TOTO MOJAKIIACCA OTCYTCTBYIOT.

Buger Neritimorpha He o0uTarOT B CEBEPHBIX MOpPSX, MOITOMY OKa3alMCh IPAKTUYCCKU
HEJIOCTYIHBI ISl u3y4eHus. B paboTe ObLIO MCCIENOBAaHO YIBTPATOHKOE CTPOCHHE 30HBI (POPMHUPOBAHUS
paxyinsl ogaoro Buaa Nerita litterata uz Hosoii Kanemonnu. Beero 06110 M3ydeHo 4 pagyIspHBIX MEIIKa.
K coxanenuto, Marepuana Juist U3y4yeHHUs pa3BUTUS HeT. Huke mpuUBOAATCS pe3ysbTaThl MCCIEIOBAHUS

o0rieii MOpQOIOruK U YIBTPATOHKOTO cTpoeHus paaysinl Nerita litterata.

PesyabraTsl
VY oco0eii N. litterata ¢ nnamerpom pakoBuHBI OK0JIO 1.5 cM paayna 4.3 MM 1TMHO#H U upuHOH 2.0

MM B cpenneit yactu. Ona cocrout u3 140 nonepedyHsIx psiioB 3y0oB. Kaxkiblii monepeyHslil psii COCTOHT,
B CBOIO OYepe/lb, U3 MaJICHHKOT0 TPEYTOJIBHOTO LIEHTPAIBLHOTO 3y0a ¢ YEThIPhMS JaTepalbHBIMU 3yOIlaMU
u OoJiee yeM TPUALATHIO BBITSHYTHIMU U TOHKUMH MapruHaJIbHBIMU 3y0amMu ¢ Kax 10l cropoHsl (PucyHnox
3.3.1). IlepBbIii natepanbHbIi 3y0er] oueHb IIMPOKUN W YIUIOMIEHHBIM, TpameuueBUAHON (GOPMBI, C
3arHyTBIM ~aHTEpOJIaTEpaJbHBIM yIJIOM, oOOpa3yromMM Kocoil Oyropok. YeTBEpThiil (KpyHHBIN)
JaTepabHBINA 3y0 MAaCCHUBHBIN, C BBICTYIAIOIINM JIOTIATOOOPAa3HBIM OyTOPKOM U TIOUTH MPSIMOU PEXYIIeH
KPOMKOH. 32 CBOMM Hapy>KHBIM KpaeM 3TOT 3y0 UMEET JIOTOJIHUTEIbHY0 OOKOBYIO IJIACTUHKY (CTPENIKU Ha
Pucynke 3.3.1 6), koTopas mepBoHayaJIbHO (OPMHUPYETCS KaK OTIENbHBIA 3y0, HO 3aTeM CpacTaercs ¢
ocHOBHBIM 3yOoMm (Baker, 1923). TIpomexyTo4YHbIE — BTOPBIC M TPETbU — JIaTepalbHbIC 3yObl HAMHOTO

MEHBIIIE U YXKE MEePBOro u 4eTBEPTOr0. KomvecTBo yIIMHEHHBIX U YIUIOMEHHBIX MapTHHAIBHBIX 3y00B
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MoskeT gocturath 30 ¢ kaxoi croponsl (Pucynok 3.3.1 6). BepxHsis yacTh MapruHaibHbIX 3yOOB TOHKa,
M30THYTa Ha3a/J U IPUTYTIEHA Ha KOHILIE.
Crpoenue paayJIipHOro MelIKa

®opmupoBanue 3y00B MPOUCXOAUT B CJIETIOM KOHIE PaIyJISIpHOrO Memika. 30Ha (GOpMHUPOBAHUS
OTHOCUTEJIbHO KpYIIHas, JOCTUraeT 2 MM B JUIMHY U | MM B nuamerpe. BHemne cienoil xonen 0e3
BHUJIMMOT'O pa3JielIeHUs, HO Ha rucTojiorudeckux cpe3ax (Pucynok 3.3.2 a; 3.3.3a, B-€¢) BUAHO, YTO 30HA
dbopMupoBaHUS  OTYETIMBO  pa3[eleHa Ha  JBE  IOJOBUHBI  BEPTHKAIBHONW  YIUIOIMIEHHOM
COC/IMHUTEIIbHOTKAHHOM OMOPHOU CTPYKTYpPOH, PACIOJIOKEHHOW BIIOJb paayisipHoro memka (PucyHok
3.3.2n, e, x, u; 3.3.3 r-¢). PagynsapHbiii MEIIOK MOKPBIT CJI0OEM COSTUHUTENBHOM 00010ukH (PucyHnok 3.3.3
a, 0, e). [loMuMo BHYTpeHHEH COEIMHUTETLHOTKAHHON MOAIEP>KUBAIOIIEH CTPYKTYPbI, pACIOI0KEHHOM
BHYTPH PaIyJIIPHOTO MEIIKA, OTMEUYEHBI JOTIOJHUTEIbHBIE CTEPKHU KECTKOCTH, TIPUIIETAOLINE U3HYTPH K
OCHOBaHUAM 00HTOOAcTOB (Pucynok 3.3.4 a-r). OTH CTPYKTYpPBI COCTOAT U3 BaKyOJIM3UPOBAHHBIX KIETOK
(Pucynox 3.3.4 B). CoemuHHTENbHass 000JI0OYKA, MOKPHIBAIONIAS PATyJAPHBIA MEIIOK, COCTOUT U3
KOJUTAreHOBBIX BOJIOKOH M MUOMTOB (PucyHok 3.3.4 n1-e).

B opranuzanuu 30861 HOpMHUPOBaHKS HEOOBIYHO TO, YTO OJOHTOOJIACTHI MAPTUHAIBHBIX 3yOOB H
MeMOpaHOOIacTel O0pa3yIT CKIAIKy B MPOJMOJBHON IUIOCKOCTH, KakK OBl IMOJBOPAYMBAIOTCS O]
paxyJIIpHBIN MEIIOK Ha BEHTpaJIbHYI0 cTopoHy (Pucynok 3.3.2 6; 3.3.3 0, r). B pa3aenéHHbpIx m0JI0BUHAX
30HbI popmupoBanus N. litterata, aHamorndueIx «poram» 30HbI HOPMHUPOBAHKS PAYJIbl BETHTACTPOIION,
MIPOUCXONT CUHTE3 MapruHaabHbIX 3y00B (Pucynok 3.3.2 1, xk; 3.3.3 6). 3oHa popMUpOBaHUs, TaK Ke KaK
U y JIPYTUX MOJUIIOCKOB, COCTOMT U3 OJIOHTOOJIACTOB, MEMOpPaHOOIAaCTOB, CyO- M CyNpapaaysspHOrO
snutenueB. OmOHTOONACTBI MPEACTABIEHBl JByMS THIAMH: OJOHTOOJACTbl MapruHaIbHBIX 3Y0OB U
OJIOHTOOJIACTHI JIATEPATILHBIX U LIEHTpaJbHOro 3yOoB. [lepBas rpymnmna pacrnosioxeHa B JByX MOJIOBHUHAX, a
BTOpas — B MecTe UX causHusA. OgoHTO0IaCThl MAPTUHATIBHBIX 3y0OB 3HAYUTEIHHO OTIMYAIOTCA 10 popme
OT OJOHTOOJIACTOB BTOPOHM rpymnmbl. OMOHTOOIACTBI, CEKPETHPYIOIIME KaXAblii MapruUHaJIbHBIA 3y0,
pacrosararoTcsi psjamu, pacnoyiokKeHHbIMH BIoJib Hero (Pucynok 3.3.5). bazanbHas muiacTHHKA MEXITy
STUMHU KJIETKaMU OTCYTCTBYET, I03TOMY OJJOHTOOJIACThl MAPTUHAIBLHOTO 3y0a, BEPOSITHO, HE KOHTAKTHUPYIOT
¢ 0a3zalbHOI MIACTUHKOM U 00pa3ylOT MHOTOPSAHBIA SMUTETH. ANre3uBHBIE KOHTAKThl COEAMHSIOT
anuKaJbHBIE YacTH KJIETOK. B ammkanbHON 4yacTu pacrmonararotcs 0a3albHbIE TENbIa. 37ECh KEe MOXKHO
BUJETH U OOJIBIIOE KOJMUECTBO MUKPOBMILICH, MTPOHHUKAIOIIUX B 3y0, a TAK)Ke BaKyOJIH Pa3HOTO AUaMeTpa
(Pucynok 3.3.5 a, r). OmoHTOOJACTHI IIEHTPATBHBIX M JIATEPAJIbHBIX 3yOOB pacrojiaraloTCs TPYIIIaMH,
COOTBETCTBYIOIIUMHU YUCITY 3y0OOB, XOTS TPAHULIBI MEX]Ty 3TUMHU TPyNIaMH KJIETOK YETKO HE OMpPEeIeIICHbI
(Pucynok 3.3.6 a). OmoHTOONacTHl YATUHEHHBIC, C SIPAMHU, PACHOJIOKEHHBIMA Ha PA3HBIX YPOBHSX

(Pucynox 3.3.7 a, 6). Kak u B ojoHTOO/MaCTaX MaprUHAIBHOTO 3y0a, KIETKH COEIUHEHBI aJr€3UBHBIMU
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KOHTaKTaMH B alMKaJIbHON YacTh. MUKPOBWILIH OTXOIST OT alMKaIbHON MOBEPXHOCTH, Oa3alIbHBIC TEIbIIA
pacrnionararotcs mog memOpanoit (Pucynox 3.3.6 6, r). 3yObl IEHTpaIbHOTO MO POPMUPYIOTCS Oyaromapst
MukpoBIIIsipHON (PucyHnok 3.3.6 6, B) u mepokpuHoBoi cekpeuuu (Pucynox 3.3.6 6, r). Pagynsapuas
MeMOpaHa, MOJICTHIAIONIas MaprUHAJIbHbIC 3yObl, CHHTE3UPYETCs] B IOJIOBUHAX 30HBI (POPMUPOBAHUS
(Pucynoxk 3.3.2 e-g; 3.3.3 a, C) u cpa3y 3a oJoHTOOJIACTAaMH JaTepaibHBIX 3y0oB (Pucynok 3.3.2 1, e,
CTpenku). MeMOpaHoOIaCThl CXOIHBI C OJIOHTOOIACTAMH [IEHTPAIBHBIX 3yO0B. DTO YATMHEHHbIE KIETKHU C
SpaMH, PacIioIOKESHHBIMH Ha pa3HBIX YPOBH:X, (PucyHok 3.3.7 a) 1 MHOrOYMCICHHBIMU MUTOXOHAPUSIMU
B OazanpHOil wactu (Pucynok 3.3.7 e). PagymsapHas memOpana, Tak ke Kak U 3yObl, CEKpETHpYETCs

Oyrarogapst MEpOKPUHOBOM ¥ MUKPOBWILIAPHOU cekpenuu (Pucynok 3.3.6 B, ).

Oo0cy:xnenue
Hecmorpss Ha ToO, uro paayma N. litterata, Takke kak u y BETHracTpONOJ, CUHUTACTCS

PUIHIOIIOCCHOM, 0o0mmast Mopdosnorus 3Tux panyi oriandaercs. LlentpansHas 30Ha pagynsr N. litterata
OTHOCHTEJIBHO LIMPE, YEM Y BETUTaCTPOIIO/I, B YACTHOCTH 3a CYET LIMPOKOI0 IEPBOro JIaTepalIbHOTO 3y0a.
KpynHblii ueTBEPTHIN naTepaibHBIA 3y0 MMEET JIOKKOOOpa3Hyto (OpMy UM HIpacT OCHOBHYIO POJb B
nunieaoosBanun (Hickman, 1981). AcumMmeTrpust monepeuyHoro paayasipHOTO psiia HE BhIpaXK€Ha, KaK y
Fissurellidae (Hickman, 1981, 1984) ¢ kpynHbIM HSATHIM JaTepajbHbBIM 3yOOM — BEPOSITHO OTOMY, YTO
HEPBBIN J1aTepaibHblil 3y0 oOecrieunBaeT AOCTATOUYHO MPOCTPAHCTBA IS YKIAJKU KPYITHOI'O YETBEPTOrO
3y0a N. litterata, u He Bo3HMKaeT HEOOXOJMMOCTH B CMEIICHUU NPABOTO Psiia OTHOCUTEIBHO JICBOTO IS
KOMIIAKTHOM YKJIJKU payJiibl B pajyJIIpHOM MEIIKE.

B pe3ynbrate npoBeAEHHBIX HCCIeI0BaHUI ObUIN BIIEPBBIE MOTyUYEHBI JaHHBIE TT0 (POPMHUPOBAHUIO
PUIHIOTIOCCHOH paayibl HeputuMopd. Obmas mopdomorus paayist N. litterata u pamyn, onucanHbIX 115
pona (Baker, 1923; Sasaki, 1998; Unabia, 1995), coBnanaer. [lockonbky 30Ha (HhOpMHPOBaHHS paIyJIbl
HepUTUMOP( BHEIIHE HE pa3/ielieHa Ha JBe moyioBuHBI (Sasaki, 1998), kak y BeTHracTporoi, To 03KHIaJI0Ch,
YTO MapruHajbHblE JUIMHHBIE 3yObl HEpUTUMOP( TOkKE POPMUPYIOTCA UHAYE YEM pajyJjia BETUTaCTPOIIOI.
['ncTonoruueckue uccieaoBaHus MOKa3alu psii MOPPOIOrHUECKUX 0COOEHHOCTEH B 30HE (HOPMUPOBAHMS,
KOTOpble OOECIEeYMBAIOT YBEIMUYEHHE IUIONAJN CEKPETHUPYEMOW IOBEPXHOCTH OJOHTOOJIACTOB, YTO
MO3BOJIAET CHUHTE3UPOBATh MHOXECTBO YJ/UIMHEHHBIX MaprUHAJIbHBIX 3y0OB OJHOMOMEHTHO. 3ajaya
YBEJIMUYEHUS TJIOAAN CEKPETUPYEMON MOBEPXHOCTH ISl BOBMOXKHOCTH CUHTE3UPOBATh €AMHOMOMEHTHO
JUIMHHBbIE MHOTOYMCIICHHbIE MapruHaibHble 3yObl y HEpUTHUMOpP( paspemmiach Tak Ke, Kak H Y
BETHTacTPOIIO/] — PACIIEIUIEHUEM 30HbI (HOPMUPOBAHMS HA JIBE MTOJIOBUHBI, HO Y HEPUTUMOP(), B OTIUYNE
OT BETUTacTpPONOJ, JUIsl 3TOTO CIy)KaT JONOJIHUTEIbHbIE BHYTPEHHUE, a HE BHEIIHHME, CTPYKTYpBHI.
Pamynspusiii Memok N. litterata mokpweIT coeaMHUTENILHOTKAHHONW 000JOYKOM, KOTOpas pa3pacTaeTcs

BHYTPH PaJyJIsIpPHOTO MEIIKa, 00pa3ys YIUIOIEHHYO IIIACTUHKY, Pa3IeIAIOlIyI0 30Hy 00pa30BaHuUs Ha JIBE
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IIOJIOBUHKH, 3aMETHYIO TOJBbKO Ha THUCTOJOTMYECKMX cpe3ax. Pa3pacraHue coeaMHUTENbHOTKAHHOM
000JI0YKH Pa3HOl (OpPMBI OTMEUEHO HAMM [UId BCEX pajyll, MO BCEX BEPOSTHOCTH OHA BBIMOJIHSAET
nojepkuBaroiue GyHkipn. 30Ha GOpMUPOBaHUS paLyJibl TOBOJIbHO KpyITHasi, B cBsi3u ¢ ueM y N. litterata
HOSIBJISIFOTCSL AONIOJIHUTENBHBIE ONOPHBIE CTEP’KHHU, COCTOSIIIME U3 CUIBHO BAKyOJIM3UPOBAaHHBIX KIIETOK,
pacnojiaraloluxcsi Ha BHYTPEHHEW IOBEPXHOCTH 30HBI (OPMHUPOBAHUS MapruHalbHBIX 3y00B. OTO
JIONIOJIHUTEBHOE yCHIIEHHE, BEPOSITHO, HEOOXOAMMO IpPU YBEIMUYEHHM pa3Mepa panyisl. Emé onHoi
MHTEPECHOM 4epTOH, KOTOpasi MPEAIOJIOKUTEIBHO CBSI3aHA C YBEJIMYEHHEM DPa3Mepa panyJibl, sBISIETCS
3aru0 GopMHPYIOMIETO €€ AMUTENNS Ha BEHTPATBHYIO CTOPOHY B 30HE (popmupoBanus. [TomoOHbIH 3aru6
HE BCTPEYaeTCsl HU y OJAHOI0 UCCIIEyEMOro BUA.

HecmoTpst Ha 3TH pa3nuuusi, BHyTPEHHsIsI OpraHu3anus 30Hbl popMupoBanus pamyisl cxonHa y N.
literata u Vetigastropoda. Crenoli KoHel paxyJdspHOrO MeEIIKa pa3leiéH Ha JBE YacTH, TIJe
CHUHTE3HUPYIOTCS MapruHallbHble 3yOBbl, YTO OMNpeneisieT CHIBHO AyrooOpazHyro (opMy KaXaoro
HOTEPEYHOro psja 3yooB. OnoHTOOIACTHI MAPTUHAIBHBIX 3y00B MHOTOPSHBIE M PACIOJIAraloTCsl BIOJIb
HUX. OOHTOONACTBI LIEHTPAIbHBIX U JIaTepajbHbIX 3yOOB PACIOAraroTCsl IPyIIaMH B 30HE CIHSHUS
MEX[y MOJIOBUHKaMHU («porammu»). Bee 3T 0cOOEHHOCTH, BEPOSTHO, CBSI3aHbl C YBEIMUEHHEM LIMPUHBI
pajiyJibl, 4TO, B CBOIO OYEPE.lb, CIAYKHUT FPPEKTUBHBIM CIIOCOOOM YBEIMUYHUTH IUIOMIAL CEKPETHPYIOLICH

IMMOBECPXHOCTH TJIA O6pa30BaHI/I$I MHOI'OYMCJICHHBIX JJINHHBIX SY6OB.
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3.4 CTPOEHME U PASBUTHUE ITMIIIEJOBBIBATEJIBHOI'O AIIITAPATA

CAENOGASTROPODA
Caenogastropoda — camblif MHOTOYHCICHHBIH MMOJKIACC TacTPOIOJ, OTIHUYAOIIHHACS
pa3HOOOpa3HBIMM  THIAMHU  TMHUIICI0OBIBAHUS — OT  COCKpEOBIBaHWUA W  AeTputodarud 1o

BBICOKOCTICIIUATU3UPOBAHHOI O XUIITHUYECTBA. L{eHoracTporo/1 ycIoBHO MOYHO pa3AeIuTh Ha TPU IPYIIIbL:
Architaenioglossa, Littorinimorpha u Neogastropoda (Ponder et al., 2020). [Tine3rnomopdHbIe MpU3HAKH
TJIOTOYHOT'O BOOPYKEHHUSI — HAIMYNE TTAPHOM YETIOCTH M TEHUOTJIOCCHOM pajTyJibl, cofeprkaiei 7 3y0oB B
Ka)XJIOM psiy. UeoCTH pacoIOKEHbI JaTepaibHO B OyKKAIBHOM MOJIOCTH U OOBIYHO COCTOSIT U3 MTapPHBIX
wiacTiHoK ¢ pojuietamu  (Strong, 2003). OcoOeHHO XOpOLIO YeNIOCTH Pa3BUTHI Yy TPaBOSAHBIX
NPECHOBOIHBIX apxureHuoriocc cemerictea Ampullariidae (Paoulayan, Remigio, 1992) u mopckux
Campaniloidea, a Takke y HEKOTOPBIX, MPEUMYIICCTBCHHO IUIOTOSAHBIX, JTUTTOPUHUMOP(Q, TaKUX Kak
Tonnoidea u Cypraeoidea (Ponder et al., 2008). Yemtocti OblaM yTpadyeHbl B HECKOJIBKHX JIHHHSIX:
Pomatiidae, moutu Bce Littorinidae, nekoropsie Assimineidae u Neogastropoda. ¥V aGeppaHTHbIX (opm
HEOTacTPOIO/] IPUCYTCTBYET HEOObIUHAS YESNIIOCTh B BUJIE TPyOOUKH WIIM BOPOHKH, Kak y Volutomitridae
(Kantor, Harasewich, 1992) u Cancellariidae (Harasewych, Petit, 1986).

PamynsapHplii MeIIOK y OONBIIMHCTBA [IEHOTACTPOIOA JOBOJBHO KOPOTKHH. Y MacyIuxcs BUIOB
racTpornoJ paayia YMIHHSACTCS, a PaayJsIpHBIA MEHNIOK KOMITAKTU3YeTCs, 3aKpy4YHBasCh B CIIUpAJIb,
HarpuMep y BunoB Littorinidae, MHOTME M3 KOTOPBIX MHUTAIOTCS IyTeM COCKPEOBIBaHUS OOpacTaHUil ¢
pa3ubix noBepxHocteit (Fretter, Graham, 1962). Kak u B ciiyyae ¢ ApyruMH MoJKJIaccaMu OPIOXOHOTHX
MOJUTIOCKOB, payjia OKa3anach BayKHOM JUISI CHCTEMAaTHKH ¥ TAKCOHOMHH IIEHOTaCTPOIIOT Ha BCEX YPOBHSIX
U JIersia B OCHOBY Takux Ha3BaHuii, kak Architaenioglossa, Taenioglossa, Stenoglossa, Rachiglossa u
Ptenoglossa.

TennornoccHass panyiia OYEeHb KOHCEPBAaTHMBHAa M BCTpPEUaeTCs y TPEJICTaBUTENCH BCeX
Architaenioglossa u momasistoriero  OosbimHCTBa  Littorinimorpha  (Jergensen, 2001). OcHoBHoi
Mopdosornueckoit ocodeHHocTeio Neogastropoda siBnsiercsi X000T — YAJHMHEHHBIH Y4acTOK MOPIIBI,
KOTOpPBIA CHOCOOCH K cuibHOMY pacTsokennto (Kantor, 1991). Xo0oT pacmoiioxkeH B TIOJOCTH
CHENHMATBHOTO SIUTEIHATBFHOTO KapMaHa — pHHXOLENd. Jlpyras OCOOCHHOCTh THIEBApUTEITHLHON
CHCTEeMBl HEOTacTpPONOJ, CBsA3aHHAas C TMOsBICHHEM Xo0ota, — »3T0 kKkmanaH JleOmeiina. Pamyna
HEOracTpomnoJ| OTJIMYAaeTcss TeM, 4YTo cTeOenbka 3y0a, BO3BBIIIAIOLIETO BEPXYIIKY HaJ pamgyIsipHON
MeMOpaHO#i, mo4yTH HeT. J[Js HeoracTporoJ XapaKTepHBI pa3Hble paaysbl, KOTOPHIE OTINYAIOTCS
YMEHBIICHHBIM KOJIMYEeCTBOM 3y00B B psaxy. OCHOBHBIE THUIIBI PA/IyJI — PaXUTIOCCHBIN (OT OJJHOTO JI0 TPEX
3y0OB B psidy) M TOKCOTJIOCCHBIA (Toipko y Conoidea — ot omuoro mo msitu 3y6oB). Kpaiineit

Mou(UKaIMed TOKCOTIIOCCHON pajyJibl SBISETCA PEAYKUUs pagyIsipHOH MeMOpaHbl U pa3BUTHE IMOJIBIX
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«rapryHHbIX» 3y00B (Taylor et al., 1993; Kantor, Taylor, 1991, 2000; Castelin et al., 2012). HeoObruHbIit,
OYEHb YJIMHEHHBIA THUI 3y0OB, CBSI3aHHBIN C MEPEXOJIOM K TreMarodaruu, 0OHapyKeH y MpeacTaBUTene
cemeiictBa Cancellarioidea (Harasewych, Petit, 1982; Taylor, Morris, 1988). Takoii THI paxysbI
Ha3bIBACTCS] HEMATOTJIOCCHBIM. ODTH 3yObl CITy>KaT JJIs IPOKAIbIBAaHHUS KOXKM X035MHA (HarpuMep, CKaToB,
JIBYCTBOPYATHIX MOJUTIOCKOB) C IIENBI0 BBICACBIBAHUS MX KPOBHU. YUerocTh, CHOPMHUPOBAHHAS B [UTMHHOM
TOHKOM XO000Te, CIMBaeTcs B TPyOOUKy, KOTOpash HampaBliieT OCTphbIi 3y0. B pamymax HEKOTOpBIX
HEOTacTPOIO, HAapUMep y ceMmeiicTBa Epitoniidae, MoxeT mpoucxoauTh peayKIus HEHTPATBLHOTO 3y0a 1
(opMHpOBaHNE MHOTOYMCIEHHBIX OJHOTUITHBIX 3y0OB (IITEHOTIIOCCHAS PajyJIa).

Hecmotpss Ha u3o0unue naHHBIX MO 0OLIeH MOpP(OIOruM paaysl LEHOracTponoj, a TaKkKe HX
(GYHKIIMOHUPOBAHUIO U aTANTUBHBIM TpaHC(HOpMAaLIUAM, TaHHbIE IO POPMUPOBAHUIO PATYJIbI TPAKTUUECKH
orcyTcTBYIOT. OnHa moapoOHass paboTa, MOCBAIIEHHAs W3YYEHHUIO YJIBTPATOHKOIO CTPOEHHUS U
(bOpMHUPOBAHHUIO payJibl ApXUTEHUOTIIOCCHOH IIeHoracTponoasl Pomacea bridgesii, Opiia omy0rKoBaHa
B 1984 roxy (Mischor, Markel, 1984). 3to onHa 13 riaBHBIX pabOT, KOTOPHIE JICTJIM B OCHOBY COBPEMEHHBIX
npescTaBiICHU 0 POPMUPOBAHUH PALyJIbl Y BCEX TaCTPOMO/, I/I€ ONMUCAHBI OCOOCHHOCTH YIbTPAaTOHKOTO
CTPOEHUS padyibl U c(HOPMYIHMPOBAHBI OCHOBHBIE TIOJ0KEHHUSA O €€ (OPMUPOBAHUM U ABHKEHHH.

Pa3Butne neHoractpomnojs gocraToyHo Xxopomio onucaHo. CymiectByeT psa pabor Ileimx
(Buckland—Nicks et al., 1973; Harms et al., 2019; Page, 2002; Page, 2009; Page, Ferguson, 2013; Page,
2000), mocBAMEHHBIX (OPMUPOBAHUIO TEPEAHEr0 OT/AeNa MHILEBAPUTENLHON CHCTEMbl B Pa3BUTHH
neHoracTpono. Hauano noctMeraMop(HBIM CTPYKTypam MepeaHero OTAeNa MUIEeBAPUTEIbHON CHCTEMBI
JIAIOT YYaCTKH HEPECHUYHBIX KJIETOK, PACIIOJIOKEHHBIX HAa BEHTPAJbHOW CTOPOHE IHCTAIBHOIO OTJIEeNa
nepeAHel KHWIIKK JIMYMHOK. OTH KIETKH 3aHMMAlOT OJMHAKOBOE TIOJOXKEHHE, HMEIOT CXOXYIO
YIBTPACTPYKTYPY Ha PAHHUX CTAJHSIX PA3BUTHUS U CXOIHBIN MTATTEPH paHHETO MOpQOreHe3a. ITOT 3a4aTOK
npeoOpaszyeTcsi BO B3pOCHble CTPYKTYphI, U €ro pa3BUTHE 33JE€PKUBACTCS MO CPABHEHHIO C KIETKaMH,
(GYHKIIMOHUPYIOIMMY Ha HAYaIbHBIX JMUYUHOUHBIX cTanusax (Page, 2000). Onucanwus pa3BUTHS IEpeaHEH
KHUIIIKK y IPYTHUX BHJOB IIEHOTACTPOIIO] ¢ TuiaHKToTpodHOM trnannkoit (Werner, 1955; D'Asaro, 1965; Ball,
2002; Fretter, 1969) u y rerepobpanxuii ¢ nuraromeiics muuannkoit (Kriegstein, 1977; Bickell, Chia, 1979;
Little et al., 1985) Tak»ke MOKa3bIBAIOT, YTO IIEPETHMI OT/AE MUIIECBAPUTEILHOM CHCTEMBI B3POCIIBIX 0COOCH
pa3BUBAETCS U3 BEHTPAJIIbHOW CTEHKH JUCTAIBHOTO OT/IeNa epeAHeN KUK JTUYMHKH.

Jls 1leHoracTpornos OIMCAaHO JiBa CLIEHApHs PAa3BUTHS NEPEIHEro OTnAe]a MHUILEBAPUTEIbHOM
CHUCTEMBI. Y BCEX, KpOME HEOTacTpPOIOJ, W3 BEHTPAJIbHON HHBAarMHAUU (POPMHUPYETCS pPaxyIISIPHBINA
ammapar, a poT U OyKKajbHasl MOJOCTh JIMYUHKU MPEeoOpa3yloTcs B aHAJOTHYHBIE B3POCIbIE CTPYKTYPHI.
Jl1s1 HeoTacTponoA ¢ IMIIAHKTOTPO(HBIM BETUT€POM M3 BEHTPAJIbHON MHBAarvMHaIMu (opMupyercs Xo00T.

On pasBUBACTCA 3a40JI'0 A0 TOTO, KaK BCIUTCp OCCHACT, IIPHU 3TOM JIMUYMHKA aKTHBHO ITUTACTCA. HpI/I
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ocelaniy C(OPMUPOBAHHBIA XOOOT MPOPHIBAETCS BEHTPAIbHEE JTMYMHOYHOIO pTa, JAMCTAIBHBIA OTIEN
TiepeIHeil KUIIKA JINYUHOK MOJHOCTBIO PaspyIlacTcsi, a JMYMHOYHBIA POT 3aTsruBaetcs. [lapasuienpHast
3aKiIajika Xxo00Ta npu QYHKIMOHUPYIOIIEH JINYHHOYHOM MUIIEBAPUTEIBHON CHCTEME MO3BOJIMIIA CIIOKHO
YCTPOCHHOU TIepeHel KHIIKE XHMIHBIX HEOracTPOIO BO3HUKHYTh Ha JIMUMHOYHOM cTaguu Oe3 yiiepba
JUISL TIATAHUS JINYHHOK.

B ocHOBy 5TOii pabOTHI JeriM pe3yabTaThl HccienoBanuii aByx rpymm (Littorinimorpha wu

Neogastropoda), koTopsie OyIyT paccMaTpUBaTHCS OTICIBHO.

I'soTounoe Boopyxenne LITTORINIMORPHA

['morouHoe BooOpykeHue ObUIO HccienoBaHo y cemu Buaos Littorinimorpha (Tabmuma 2,
npuiIoKeHue K riase 2). Jns uzyueHus 30HbI GOPMUPOBAHUS PaIYIIbl ObUI MTOAPOOHO UCCIICIOBAaH OJIUH
Bua Lacuna pallidula ¢ tunmuHo# TeHuormoccHoM pamynoit. Beero 6but uccnemoBan 21 sk3emruisip L.
pallidula. [Iys1 BeIsiBICHUS KOPPEIAILMK pa3Mepa 3y00B paayJibl U KOH(GUTYPAIMH U COCTaBa OIOHTO0JIACTOB
JIOTIOJTHUTEIPHO, HO MEHEe MOJAPOOHO, ObUIM HM3Y4YCHBI 30HBI (POPMHPOBAHHUS CIIE YETHIPEX BUIIOB:
Skeneopsis planorbis (12 sk3emmusipoB), Lacuna vincta (5 sk3emmispos), Littorina obtusata (7
sk3eMIuIsIpoB), Peringia ulvae (6 sx3emmsipos). @opMHUpPOBaHUE YETIOCTEH OBLIO H3YYEHO Y OJHOTO BHIA
(Skeneopsis planorbis). ®opMupoBaHue TIOTOYHOTO BOOPYKECHUSI B PAHHEM OHTOT€HE3¢ ObLIO MOIPOOHO
uzyueHo y Lacuna pallidula ¢ genutorpodHbIM pa3BUTHEM B KiIaake, UIS 4ero ObLIO HCCICIOBAHO
pasBuTHE 3TOro Bujaa. OCHOBOM MOCTYX UM JIMYMHKH Ha pa3HbIX ctagusx (148 ocoleit). g cpaBHeHus
3aKJIQJKH TJIOTOYHOTO BOOPYKEHHUS y BUIOB C TUIAHKTOTPOGHBIM THIIOM Pa3BUTHS JOMOJHUTEIBHO OBLIH
U3ydYeHbl B3pPOCIBIE 0COOM M TMHUTAIOIIMECS Belurepsl AByX Buios: Littorina littorea (7 semurepos) u
Velutina velutina (7 BenurepoB u 5 B3pocisix). Bech Marepuain 0b11 cobpan B okpectHocTsIX BBC MI'Y.

PesyabraTsl

OO0mee crpoeHue, GOpMHUPOBaHUE U OHTOTEHE3 PAyJibl ObUIM HanOosee MOoAPOOHO M3YYCHBI Ha
npumepe oxHoro Buga — Lacuna pallidula (Littorinoidea: Littorinidae). /lomonHuTenbHBIE HCCIISTIOBAHUS
Pa3HBIX ACTIEKTOB CTPOEHUS payJibl ObUTH MPOBEACHBI €lI€ /TSt TPEX BUIOB M3 TOTO ke cemeiicTa (Lacuna
vincta Montagu, 1803, Littorina littorea (Linnaeus, 1758) u Littorina obtusata (Linnaeus, 1758)), oxxoro
BHJAa TOrO € HajceMeiicTBa, HO apyroro cemeiictBa (Skeneopsis planorbis (O. Fabricius, 1780)
(Littorinoidea: Skeneopsidae)) u nByx BuaoB M3 Apyrux Haiacemerict (Peringia ulvae (Pennant, 1777)
(Truncatelloidea: Hydrobiidae) u Velutina velutina (O. F. Miiller, 1776) (Velutinoidea: Velutinidae)). Bce
W3y4YeHHBIE BUJIbI 00J1aI0T TEHHUOTJIOCCHON PagyJioi, OTIWYaromencs pasmMepoM U MopgoJiorueii 3y0os.
Skeneopsis planorbis, Peringia ulvae u Velutina velutina HecyT uemocTHbIE TIACTHHKH.

Lacuna pallidula — 310 HEKpyIHBII MOJUTIOCK CO C1ab0 MPHITOTHITOW BEPXYIIKOW, PAKOBUHBI

caMoK Jocturarot 4 MM B BeicoTy. L. pallidula oburaer Ha rpanuie muropanu u cyoauTopaiy, noji3aeT 1o
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OypbeIM BOJOpOCIHSAM (Halle BCEro JaMuHapusM M (¢ykycam). ['osoBa HECHJIBHO BBICTYNAET 3a Kpas
pakoBuHbI (Pucynok 3.4.1 a). Bo Bpems nmon3anus nepeaHssi 4acTh HOT'M 9YacTO BhIIAETCS 3a IEPEIHUMA Kpai
pakoBuHbl (Pucynok 3.4.1 6). PotoBoe oTBepcTue pacmonaraeTcsi Ha BEHTPAJbHOM CTOPOHE MOPIbI
(Pucynok 3.4.1 B).

Lacuna vincta — 6muskuii poacteennuk L. pallidula — obsamaer O6ameHKOBUIHON PaKOBHHOM C
XapaKTEePHBIM TOJIOCAThIM OKpacoM; B okpecTHOCTsAX bBC BricoTa pakoBuHBI qocTHraeT 5-6 MM (PucyHok
3.4.1 r-n). L. vincta obutaer B TOoM ke Oumorome, uro u L. pallidula. I'onoBa HecunbHO BBICTYmHaeT 3a
NepeHUI Kpail pakOBHHBI, POTOBOE OTBEPCTHUE PACIIOIATraeTCsl HA BEHTPAJIbHOM cTopoHe Mopabl (PucyHok
3.4.1 r). Cumraercs, 4yTo 00a BHJIa JaKyH MUTAOTCS OypbiMu Bogopocismu (Smith, 1973).

Littorina littorea — oaMH W3 caMbIX KPYNHBIX CpPEId BCEX H3YUYCHHBIX MPEACTABHUTEIb
Littorinimorpha. OBanbHO-KOHHYECKAsI pAKOBHHA C MPUIIOAHATHIM 3aBUTKOM (PucyHok 3.4.2 a) nocturaer
20 MM B BeIcOTy. L. littorea gamie Bcero mos3aer mo KaMHsIM M PEIKO BBIXOAUT 33 TPAHUIY HIKHEH
autopann. ['010Ba MOXKET JIOBOJIBHO CHIIBHO BBICTYIIATh 3a Kpail pakoBuHbl (Pucynok 3.4.2 6). L. littorea
NUTaeTcss MEJKUMH oOpactarensiMu (IMyTéM COCKpEObIBaHUSI C TBEPABIX CyOCTPaTOB) U YAaCTUUYKAMHU
JETpUTA.

Littorina obtusata nemuoro menbiie L. littorea. PakoBuna oBasibHO-1mapoBUaHOM hopmbl (PucyHok
4.3.2 B) nocturaet 12 mm B BbicOTy. L. obtusata oOuraer Ha cpeaneit TuTopaiu, Kak MpaBuUio MOI3aeT 10
dykycam u kamHsM. PoToBOoe oTBepcTHe, Tak ke Kak M y JPYTHX JUTTOpUHUMOpPd, pacrmojaraercss Ha
BEHTpaJIbHOM cTopoHe Mopabl (PucyHok 3.4.2 1). I[Tutaercs L. obtusata, cormacHo nutepaTypHBIM JaHHBIM,
OypbIMH BOJOPOCIISIMU U JIETPUTOM.

Skeneopsis planorbis — cameiii Menkuit mpencTaBUTENbh JUTTOPHHUMOPD C MPAKTHUECKH
TIaHoCTIpanbHON pakoBuHOU (Pucynok 3.4.2 m). JlmameTp cambIX KPYIHBIX 0COOEH HE JOCTHTAET 2 MM.
OOwuTaer Ha TUTOPAIU U BEpXHEH CyOIUTOpaiv Ha JOHHBIX 0Ca/IKaX CPey PU30OUIOB TaMUHAPUN U APYTUX
Bojtopocieil. Taxke MoxeT ObITh HailleH B JMTOpAlbHBIX BaHHaX. PoToBoe oTBepcTHe pacroliaraercs
BeHTpaJbHO. [Tutaercs S. planorbis, cummas nuaTroMoBbIe BOJOPOCITH U KIETKH BOJIOPOCIEH ¢ TBEPIBIX
noBepxuocreit (Fretter, 1948).

Peringia ulvae — takxe HEKpYITHBIN MOJUTFOCK ¢ OalleHKOBUAHOM pakoBuHOM (Pucynok 3.4.2 e),
KOTOpasi PEJIKO TPEBBIIacT 3 MM B BbicOTy. — P. ulvae obutaer B Oimxkaiinmux okpectHoctsx bBbC MI'Y.
OO0wuTaer B IUTOPATBHBIX BAaHHAX cpenHel uropainu. [TutaeTcs BogopocisiMu U OaKTepUaTbHOMN TUIEHKOH.

Velutina velutina — 10BOJBHO KPYMHBIH MOJUTIOCK C YXOBHIHOW pPAKOBHHOH, KOTOpPas MOKET
nocturath 13-14 mm. [IpencraButenu 3Toro Buja OOUTAOT Ha CMEIIAHHBIX KAMEHUCTO-UIUCTHIX TPYHTAaX.

CHGI_[HaJII/ISPIpy}OTCH Ha aCliMusX WX NUATAKOTCA THAPOUIHBIMUA ITOJUINIAMHA U MIIIAHKAMHU.
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3aKOHOMEPHOCTH 3aKJIaJIK/A PaAyiibl B OHTOTEHE3e ObUIM MOAPOOHO OMMCAHBI HA MIPUMEPE OJHOTO
BHU/Ia C JtenuToTpodHBIM pasButuemM B kinazake (L. pallidula) u 1Byx BHm0OB ¢ MIaHKTOTPO(GHBIM BEIUTEPOM
(L. littorea u V. velutina). Beibop BHIOB ¢ MIaHKTOTPO(PHBIM Pa3BUTHEM OOYCIIOBJICH MPOCTOTOH JIOBA
BEJIMTEePOB STUX BUJOB B IUIAHKTOHE.

Cmpoenue 0yKKanbH020 KOMnaeKkca

Porosoe orBepctre Lacuna pallidula otkpsiBaetcst ¢ BeHTpaibHOM cTOpoHBI MOPb! (PHCcyHOK 3.4.3
a, 0). Por okpyx€H rybamu u BenéT B HEOONbLIYI0O OyKKalbHYI MHOJOCThb. [IMIEBOJ OTXOAUT OT
JOPCAIBHON CTOPOHBI OYKKAIBHOMN MOJIOCTH M PACIIMPSETCS ¢ JaTepaibHbiX cTopoH (Pucynok 3.4.3 a, 0).
['moTouHOoe BOOpY KEHHE MPEACTABICHO paayioit, uemntocteid y L. pallidula et. C BeHTpanbHOM CTOPOHBI B
OYKKaJIbHYIO TTOJIOCTh BJIaéTcs pabouuil Kpai paryJibl, pacroiaoKeHHbIH Ha ogoHTodope (PucyHnok 3.4.3 B,
r). OmoHTOhOp COCTOUT W3 maphl KpymHbIX xpsmeid (Pucynok 3.4.3 B), Hanmerawmmux ApPyr Ha apyra
(Pucynoxk 3.4.3 n), u pagyJsipHOIl MyCKYJIaTypBhl.

Panyna momoBo3penbix ocobeit L. pallidula cocrout uz 78-80 momepednsix psijioB mo 7 3yO0B B
kax1oM (Pucynok 3.4.4). LlenTpanbHplii 3y0 C MATHIO OJMHAKOBBIMU 3yOUMKAMU PACIIMPEH B alTMKATIBHOM
yactu. [lapa narepanpHBIX W JBE Mapbl MaprUHAJIBHBIX 3yO0OB pacmojaraimTcs Apyr 3a APYyroMm.
JlatepanbHble 3yOBl TaKkKe C YETHIPbMSA-TISTHIO 3yOUMKaMU 10 anukaibHoMy Kparo (Pucynok 3.4.4 6, B).
BHyTpeHHHE MapruHaIbHbBIE 3yObl COM3MEPUMBI C JIATEPAITBHBIMU U TaK)Ke HeCyT 4-5 3y0unkoB. BaenrHue
MapruHajJbHbIe 3yObl YK€ BHYTPEHHUX M Bcero ¢ Tpems 3youamu (PucyHok 3.4.4 6, B). bimke k 30He
dbopMupoBaHus 3yObl paayJibl Aajbllle OTCTOAT APYT OT ApPYyra U UMEIOT HEMHOTO Ipyryro ¢opMmy, ueM Ha
pabouem kpae (Pucynok 3.4.4 B). Ilo mepe nmpoaBmXeHHS OT 30HBI (POPMHUpPOBAHMA K pabouyeMy Kparo
KOH(HTYpaIys MOTEPEYHOTr0 PsiJIa MEHSETCS.

Boibiiast yacTe paysiel pacmosiaraeTcsi B paayisipHOM MEIIKe, KOTOPBIH OTXOIUT OT BEHTPAIbHOU
CTEHKM OYKKaJIbHOM MOJIOCTH, MPOXOIUT MOJ MHUIIEBOAOM U OKOJOTIIOTOYHBIM KOHHEKTHUBOM U JI€TaeT
JIBOWMHYIO METIIIO B BUcLepaibHOM Metike (Pucynok 3.4.3 6). B 3aBucumMocTH 0T cOCTOSTHUS 3y00B B pajyiie
MOYKHO BBIJICJIUTh HECKOJIBKO 30H: 30HY (DOPMHUPOBAHHS PaIyJibl, PACHOJIOKEHHYIO B CJIETIOM KOHIIE
paxyJIIpHOTO MEIIKa, 30HY CO3PEBaHUs, 30HY 3peibIX 3y00B U pabouunii Kpait (pabouyro 30HY), BAAOIITUICS
B OyKKalbHYIO MOJIOCTh. KpbUIOBUIHBIE MPUAATKH MEMOpaHbl Ha paboyeM Kpae XOpOIIO Pa3BUTHI, OHU
orubaror opoHTodop i nyumiero cuerieHus (Pucynok 3.4.4 a). 3ona QopmupoBaHUS pagyiibl
pacronaraercsi B pacIIMPEHHOM CJIETIOM KOHIIE PaAyJIIpHOTO MEIIKa, MEeXIY ABYMS HETISIMH paayJibl
(Pucynok 3.4.5 a, 0, ). JlomoauTenbHAs onopHasi ctpykrypa (Pucynok 3.4.5 a, 6), 1o rHCTOJIOTHIECKOMY

CTPOCHUIO OYEHb MTOXO0Kast Ha XPSIIU 0A0HTO(hOpa, YKPEIUIIEeT NeTIH paxysipHoro Memka (PucyHok 3.4.5

B).
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30Ha ¢opMHpoBaHUs 3arubaeTcss TakuM o0pa3oM, YTO pamayisipHas MeMOpaHa MPOXOTUT IO
BHemHeMy Kkparo wusruba (Pucynox 3.4.5 1; 3.4.6 a). Ilpounocte 3armba oOecreuynBaeTcs
COEJIMHUTEJIbHOTKAHHOW ONOpHOM cTpykTypo#t (PucyHok 3.4.5 r; 3.4.6 a). O1oHTO0IaCThI TIOKATN30BaHbI
B TEPMUHAIBHOM YaCTH CJIENIOr0 KOHIA, MeMOpaHoOIacTel — cpasy 3a ogoHToOnactamMu. OOHTOOIACTHI
10 TUCTOJIOTHYECKOMY CTPOCHHUIO OTJIMYAIOTCS OT MeMOpanoOiacToB (Pucynok 3.4.6 T, 1) 1 IpeICTaBIAIOT
c000i1 BBITSIHYTbIE KJIETKU C HEKPYITHBIM SAPOM, COOpaHHbIE B TPYMIIBL. SIIpa pacroiaratoTcsi Ha pa3HbIX
ypoBHiX. MemOpaHOOnacTel — 0Oojiee KpyNHbIe KJIETKH C SAPOM B OCHOBAHMU M HEOKpAIICHHOM
ruTorazMoi (PucyHok 3.4.6). 30Ha MUTOTHYECKH JCISANIUXCS KIETOK ObliIa UCCIIEIOBaHA ITyTEM OKPACKU
UMMYHOLIUTOXUMHUYECKUM METOJAOM C TMOCIEAYIOIMM HU3y4YeHHEM Ha KOH(OKAJIbHOM JIa3epHOM
CKaHUpYIOIeM MUKpockore. VccaenoBanus mokasaiy, 4To Nposindepupyrolue sapa pacnoiaraloTcs B
JI0pcO-JIaTepalIbHBIX 4acTsAX 30HbI GopmupoBanus (Pucynok 3.4.7). To ecTh OCHOBHOH MyJ AeSIIUXCS
KJIETOK HaXOAMUTCS B CylpapaayIsipHOM MUTENNH. Takoe pacnoyokeHNe MUTOTHUECKHU JIETSIINXCS KIIETOK
MOJTBEPIKIAETCS U TIPU U3YUCHUU TUCTOIOTHYECKUX M YIBTPATOHKHX CPE30B.

Oxpyrioe poroBoe otBepctre Skeneopsis planorbis pacmonaraercst Ha BeHTpaIbHOW CTOPOHE
MOpPIBI U OKpyXeHOo rydoamu. bykkanbHas monocts S. planorbis neGomnpmias. I'moTodHoe BoopyskeHHE
MPEJICTABJICHO PayJioi U mapHbiMH yenrocTsMu (Pucynok 3.4.9). Uenroctu pacmnonaratorcsi B OyKKaJIbHOM
MOJIOCTH JIaTepalIbHO HAMIPOTHUB pabodero kpas paxyisl (Pucynok 3.4.8 6-B; 3.4.9 a, B) u coequHsIOTCS Ha
BEHTPAJIBHOW CTOpOHE TOJICTOM KyTukyjor (PucyHok 3.4.9 6). YemtocTh ABYXCIIOWHAs, HUKHUN CIIOH
chopMupOBaH pojyIeTaMH, BEpXHU — romoreHHbIi (PucyHok 3.4.9 6). Pabounii kpaii paayibl ISKUT Ha
nape xpsuiei onoHTodopa, KoTopbie 3axoasT Apyr Ha apyra (Pucynok 3.4.8 6; 3.4.9 B). PamymnsipHbrii
MEIIOK MPOXOIUT TOJ MHUIIEBOJOM W HEMHOTO 3aru0aeTcs Ha CHHHHYIO CTOPOHY. 30Ha ()OpPMHUPOBaHUS
pacrionaraeTcs B pacuimpeHHOM CIIETIOM KOHIIe paayisipHoro memka (PucyHnok 3.4.8 6-B). Pagyna menkas,
okono 60 psmoB, 80 MkM B mmpuHy Ha padodem kpae (Pucynok 3.4.10). KpeutoBugHbIE NpUIATKH
MeMOpaHbl Xoporio pas3BuThl (PucyHok 3.4.10 a-6). IlomepeuHslii psa cOCTOMT U3 ceMU 3y0oB. Y
[EHTPAIFHOrO 3y0a IIMPOKOE OCHOBaHWE, TpH 3yOuHMKa Ha BEpXYyIIKEe W JOMOJHHUTEIBHBIN 3y0er B
OCHOBaHUU ¢ KaxJoi ctoponsl (Pucynox 3.4.10 B-r). JlaTtepanbHblie 3yObl BBITAHYTBIE, C LIEHTPAIBLHBIM
3yOIOM M JByMS-TpeMsi 3yOIlamMu C KaXJOoH CTOpPOHBl. BHYTpeHHHMII MapruHanbHBIM 3y0 Takke C
3yOuMKaMu, a BHEIIHUH BBITAHYTHIN 1 6e3 3y010B (PucyHok 3.4.10 ).

3onHa popmupoBanus paayisl y S. planorbis pacuupennas (10 210 MkM), 0T0HTOOIACTBI, BUAUMO,
HE pas3JielieHbl Ha TPYIIbBI, a €CIM U €CTh pa3jeiieHue, To oueHb HeuéTtkoe (Pucynok 3.4.11 6). 3ona
dopMupoBaHus He Takas MHorokiaerouHas, kak y L. pallidula (Pucynox 3.4.11 r, m). Heckonbko

nposinepUpyIouX siaep Ob10 00HAPYKEHO HaJl CAMBIMH HOBBIMH 3y0aMH.
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['norounoe Boopykenwe Lacuna vincta, Tak e Kak W JAPYrHMX MPEACTaBHTENICH ceMeicTBa
Littorinidae, mpencTaBieHo TOABKO pamyiioi. YemocTu OTCYTCTBYIOT. Pamyna comsamMepuMa C BBICOTOM
PaKOBUHBI, MOKET JocTurath 3.5 MM B anuny (Pucynok 3.4.12 a). PagynspHblii MeIIOK 3aKaHYUBAETCS
pacmmpsitoneiics 30Hoi GopmupoBanus B cinenom konie (Pucynok 3.4.12 6), kotopast 3arubaercsi TaKuM
o0pasom, 4To 3yObl pamyiisl cMOTPAT Hapyxky (Pucynok 3.4.12 B), B omimmuume ot L. pallidula, y kotopsix
panyisipHass MeMOpaHa uIET 1O BHemHeMy Kpato 3aruba (Pucynok 3.4.7 a). llenTpayibHblli 3y0
XapaKTepu3yeTcs pacIlIUpEeHHON alUKaJIbHOM YacThio C TpeMs 3yOuMKaMH, JlaTepajibHble U BHYTPEHHHE
MapruHajJbHbIE COM3MEPUMBI C IEHTPAILHBIM U TaK)Ke HECYT 3yOlLbl, y BHEITHUX MaprHHAIbHBIX 3yOUNKH
y>ke MeHee BolpaxkeHbl (Pucynok 3.4.12 r). JlanHble, IOIy4YEHHBIE C TIOMOIIBI0 KOH(POKAIBHOIO J1a3€PHOTO
CKaHUPYIOILIEr0 MHUKPOCKOMA, IO0Ka3ald, 4TO B 30HE (POPMHUPOBAHUS TEPMHUHAIBHO PACHOIAraroTCs
oJloHTOONacThl, coOpanHble B 7 rpynn (pucyHok 3.4.13 a). MwutoTuueckue sapa, OKpallleHHbIE
MMMYHOLIUTOXUMUYECKUM METOJIOM, DPACIONaralTcs B CyHpapaay sIpHOM SIUTENINU B JaTepalbHBIX
yacTsx panyysgpHoro memka (Pucynok 3.4.13 B-e).

I'nmorounoe Boopyxkenue Littorina obtusata, kak u apyrux Littorinidae, npeacrasieno pamynoii.
YenrocTu OTCYTCTBYIOT. Pajyna AnuHHAsA, MOXKET AOCTUraTh 7 MM B JUIMHY, [IPEBbIILIAs JJIMHY PAKOBHHBI.
YnakoBbIBaeTCs OHa, 3aKpyduBasch B Iuiockuil auck (Pucynox 3.4.14 a, 6). Ha mocneanem obGopote
COEJIMHUTENIbHOTKAaHHas 000JI0YKa paay/IspHOTO MELIKa pa3pacTaeTcs B JOMOJHUTEIbHYIO OMOPHYIO
CTPYKTYpY, KOTOpasi U JEepXKUT mociaeanuit ooopot (Pucynok 3.4.14 6). LleHTpanbHbIi 3y0 OTIM4aeTCs
HIMPOKUM OCHOBAHHMEM U TpeMmsl 3yOllaMH Ha aluKalbHOM Kpae, JaTepaibHble — MIMPOKUM alHUKaIbHBIM
KpaeM M JOMOJIHUTEIbHBIMU INMUPOKUMH 3yOIlaMH IO BHEIIHEMY Kparo. BHYyTpeHHUN MapruHalbHBIA
NOBTOpsIeT 1O Qopme JarepainbHbli. BHemnmii — 6e3 Bumumbix 3yOmnoB (Pucynok 3.4.14 B). 3ona
dbopmupoBanust pacmmpena. [llupuna psga B paitone omontodopa 200 mxm. Pamymnsprsiii memok L.
obtusata ObUT M3y4eH C MOMOIILIO KOH(POKATIBHOTO Ja3ePHOTO CKAHHPYIOMIET0 MHKPOCKOINA, KOTOPbIH
MOKas3all, 4YTo B 30He (POPMHUPOBAHMUS IPUCYTCTBYIOT OI0HTOOJIACTHI B KOTMUECTBE, HCUUCIIIEMOM COTHIMHU.
3oHa nponudepanun pacnoiaraeTcs BhIlle caMbIX HOBBIX 3y00B (PucyHok 3.4.14 1, m).

['motounoe Boopyxkenue Peringia ulvae coctout u3 pamynsl u yemocteil. YemocTH MeNKue ¢
poJUleTaMHd 10 BHEIIHEMY Kpar, KOTOpbIE XOpPOIIO JETEKTUPYIOTCS KpacUTENlIeM, MapKUPYIOIIUM
HenonuMepu3oBanHblil xutuH (Pucynok 3.4.15 a-B). Pagyna wemnmuunas (0.5 MM) u 3aKaHYMBaETCS
pacmmpsitoreiics 30Hoi Gopmuposanus (Pucynok 3.4.15 a, r). lllupuna pamynsr 10 80 MKM, KOITUIECTBO
psanoB 60-62. LlenTpanbHblii 3y0 — ¢ mupokuM ocHoBaHUeM (Pucynok 3.4.15 B). UentocTu mapHbIe, KaKaas
npsimoyronbHoi Gopmsl (150x200 MkM) ¢ pouieTaMu, pacioioKeHHbIMU B Tpu psina (Pucynok 3.4.15 0, r,
n). 30Ha GOPMHUPOBAHUSI HEMHOTO YTOJIIeHa, €€ mupuHa okoo 160 mxMm, Tonmuaa — 80 MM (PucyHok

3.4.15 e). Paznenenue o0HTOOIACTOB HA TPYIIITEI €CIIH B €CTh, TO HeU€TKOe. Ha ofHOM onTHueckoM cpese
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4yepe3 0JOHTOOIACTHI, MOTYYSHHOM C MTOMOIIBI0 KOH(POKAIHLHOTO MUKPOCKOTA, OBLTO HACUUTaHO 0K0JI0 40-
50 spep onoHTOONAacTOB. 30HA Mpoiudepanuu OTMEUEHa B JaTepalbHbIX YacTSIX Paay IsIPHOTO MEIKa B
cynpapaayispaom snutenun (Pucynok 3.4.15 x-k).

Boopyxenue Velutina velutina npeacrasieHo napHsIMU MOIIHBIMU YemntocTsiMu (Pucynok 3.4.16
a, 0), nocruraroumu B anuHy 800 MKM, B mmpuHy 450 MKM M HOKPBITBIMU POJUIETAMH WJIH, CKOpEE,
syounkamu (Pucynok 3.4.16 6, B), KoTOopble (OPMHUPYIOT NpPABWIBHBIC MPOMOJIBHBIC PsAAbl. YemocTu
pacrioyiaratoTcsi JlaTepaibHO, BEHTPAJIbHO COEAMHEHBbI TOHKON KyTukyyoi (Pucynok 3.4.16 6). OOmeit
MOKPBIBAOIICH IIACTUHKH, Kak y S. planorbis, oonapyxeno e Obu1o (PucyHok 3.4.16). Pagyna qo 1.2 MM
B JUIMHY, B LINpUHY 0K0J10 90 MKM. Kpbl10BHIHBIE TPUIATKU MEMOpaHbl Ha paboyeM Kpae XOpOIIO Pa3BUTHI
(Pucynok 3.4.16 n). LlenTpanbHbIid 3y0 IMIUPOKHI ¢ MOUTHBIM IICHTPAJIBHBIN 3yOIIOM U YETHIPbMS-TISTHIO
JaTepaJbHBIMU 3yOUMKaMM ¢ KaKIOM CTOpoHBI. JlaTepanbHble 3yObl TakKe C TEPMHHAIBHBIM 3yOIOM U
OoJiee MEJIKMMHU 3yOUnMKaMu 1O Kpaio. MapruHaibHbIe OJIMHAKOBBIE: CEPIIOBHIHBIE, Oe3 3yOroB (Pucynox
3.4.16 e).

Ynvmpamonkoe cmpoenue 6ykkanvnozo komnnekca

B cnenmom konue pamymspaoro memka Lacuna pallidula pacnonararorcs omoHTOONAacTH M
MeMOpaHO0IacThl, KOTOPBIE HE3HAUNUTENIFHO PA3IMYa0TCs 10 YIBTPATOHKOMY CTpeOHHI0. OJJOHTOOIACTHI
— BBICOKHE KJIETKH (10 90 MKM B BBICOTY U 5—6 MKM B IIMPUHY) C KPYIIHBIMHU SJIpaMH, PacloI0KEHHbIMU
Ha pa3HbIX ypoBHsAX (Pucynok 3.4.17 a, r). Om0oHTOOMACTB COEAUHEHBI ATr€3WBHBIMA KOHTAaKTaMH B
aNMKaJIbHOW YaCTH, TIOJI HUMH PACIIOJIararoTcsl CENTUPOBaHHBIC KOHTAKTHI (PucyHok 3.4.17 6, B). JImuHHbIC
MHUKPOBWIIIM, OTXOJSAIINE OT OJOHTOOJAcTOB, MPOHMKAIOT B 3y0 Ha 3-4 MkMm (Pucynok 3.4.17 6, B).
[uronnasma 31eKTPOHHO-NIPO3payHasi, ¢ MHOTOYMCICHHBIMHM MMTOXOHAPUSMHU, MHUKPOTPYOOUKaMH U
Be3WKyJamMu. B ammkanpbHOM YacTH KIETOK BCTpeuatorcss OaszanmbHblie Tenmbla (Pucynox 3.4.17 0).
MeMOpaHO0OIaCTBl HHMXKE OJIOHTOOJACTOB (BBICOTOM 0 50 MKM), ITUTOINIa3Ma Pa3IMYHON DJIEKTPOHHOMN
wiotHocTH (Pucynok 3.4.18 a). MIx siapa Toro *e pa3Mepa, 4To M sijipa OJOHTOOJIACTOB, PACMoNaraloTcs B
0a3anbHOM YyacTH KJIETOK Ha ogHOM ypoBHe (PucyHok 3.4.18 a). AAre3uBHble KOHTAKThl COEAMHSIOT
anuKajibHblE YaCTH KJIETOK, a MHKPOBWJUIM JUIMHOM JO 2 MKM IPOHHUKAIOT B PaayJSIpHYyI0 MeMOpaHy
(Pucynok 3.4.18 6, B). [luTtorurazma MeMOpaHOOJIaCTOB 3JEKTPOHHO-TIPO3pavyHasi, COJICPKUT MHOKECTBO
MUKpOTpyOouek (PucyHok 3.4.18 B) u XOpoI1o pa3BUTHIf CHHTETHUECKHUH anmapart (9HA0IUIa3MaTHUYeCKU
petukysiym u anmnapar ['onsaxn) (Pucynok 3.4.18 1).

Jendmuecss KJIETKH pacrojlaraloTcsl MEXIYy KIeTKaMU CyNpapaaylspHOTO SHUTeNds. ITo
Heau(depeHIIMPOBaHHbIE KIETKH OKPYIJIONH (OpMBbI, MOTEpsBIINE CBA3h C 0a3ajdbHOW IIACTHHKOM
(Pucynox 3.4.19). Iluromasma nensmuxcs KIETOK 3€pHUCTas, CpPEeIHEH OJIEKTPOHHON IJIOTHOCTH

(Pucynok 3.4.19 a, 0). SaepHbIX 000JI0YEK HET, XPOMOCOMBI KPYITHBIC, 3aHUMAIOT Pa3HOE IMOJOKECHUE B
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3aBUCHUMOCTH OT CTaAuH AesieHus. B oqHoM Mecte Obuin 0OHapy>KEHbI KJIIETKU Ha Pa3HbIX CTAUSAX ACICHUS
(Pucynoxk 3.4.19).

Knetku cyOpaaynsipHOTO 3MHUTENUS UMEIOT pa3Hylo (OpMy B 3aBUCHMOCTH OT PACIIOJNIOKECHHS.
Cpasy nocie 30HbI (POPMHUPOBAHUS KJIETKU BBITSHYTHL. UeM Janblie OT 30HbI ACNCHHS, TEM CUJIbHEEe OHU
yIuiomeHsl (8 MKM B BbICOTY M 16 mMkM B mupuny) (Pucynok 3.4.20 a). Anre3uBHbIE KOHTAKTbI
pacrojIoXKeHbI B alMKAJIbHOM YaCTH KJIETOK U IPKO He BhIpakeHbl. KOpOTKHE MUKPOBIILIIN HE MPOHUKAIOT
B 3JICKTPOHHO-IUIOTHYIO TOMOTEHHYIO paayisipHytro memOpany (Pucynoxk 3.4.20 a). Lluromnaszma
AJIEKTPOHHO-TIPO3paydHasi, COAEPKUT FOPU30HTAIBHO PACIIOIOKEHHOE OBAJIBHOE PO U XOPOILO Pa3BUTHII
cuHTeTndeckuii ammapat (Pucynok 3.4.20 a). BasanmpHas miactuHKa pas3urta ciabo. CyOpamynsipHbIil
SIUTEIUHN 3aXOAUT TaKXKE Ha JIaTepalibHbIC YacTH paayisipHoro memka (Pucynok 3.4.20 6). B atom mecte
OTMEYEHa 30Ha CUHTE3a pafyJIsipHOi MeMOpaHbl. DopMma KIETOK cyOpaaysIipHOTO MUTENUS HE MEHSeTCH,
HO MHUKPOBHWUIH TIyOOKO BXOJST B paAy IApHYI0 MEMOpaHy, KOTOpasi B 3TUX MECTaxX COJACPKHUT OOJIbIIOE
KOJIMYECTBO KPYIHBIX 3JEKTPOHHO-TUIOTHBIX Ipanyil (Pucynok 3.4.20 0, B). MHOrounciIeHHbIE XUTOCOMBI
(BaKyoJIM ¢ XUTHHOM) MPUCYTCTBYIOT B alTUKaJIbHON IIUTOIJIa3ME U CIIMBAIOTCA B 00Jiee TUIOTHBIE TPaHYJIbI
(Pucynok 3.4.20 B). Takas cuHTeTHYeCcKass aKTUBHOCTb CyOpayJIspHOTO SMUTENNS HE XapaKTepHa s
UCCJIEIOBaHHbBIX paHee paayl.

B narepanbHbIX YacTax padyJsipHOrO MellKa CyOpaay sIpHbIM SOUTENUN MEepexXOAUT B BEPXHUU
(cympapaaysipHbIii), KOTOPBIH OKpy»kaeT 3yosl panayisl (Pucynok 3.4.20 6). B 3one ¢opmMupoBanus ero
KJIETKH HMEIOT YAIMHEHHYIO (opMy M 3aHMMArOT BCE€ NPOCTPAHCTBO MEXAY 3yOlaMu, a UX sapa
pacrionaratorcsi B Heckosbko psiioB (Pucynok 3.4.21 a). Lluromnazma BapbUpyeT MO IUIOTHOCTH U, Kak
IIPAaBUJIO, COJIEP’KUT XOPOIIO pa3BUTHIN cuHTeTHUecKuil annapar (Pucynox 3.4.21 B). Bokpyr anekrpoHHo-
IUIOTHBIX 3y0OB (popmHpyeTcsi BHEKJIETOYHAs 30Ha MEHbIIEH TUIOTHOCTH, MPOHU3aHHAS MHUKPOBHIUISIMHU
CynpapaayJIIpHOTO AmuTenus pa3Hor TommuHbl (PucyHok 3.4.21 6, r). CoeTMHUTEIbHOTKAHHBIA CJIOM
OKpY’KaeT Bech paxyisipHblii Memok (Pucynok 3.4.21 a), yronmasce Ha U3rude 30Hbl (GOPMUPOBAHUS, T]IE
o0Opa3yeT OnopHYyI0 CTPYKTypy. OHa COCTOMT M3 PBIXJBIX KOJIJJAT€HOBBIX BOJIOKOH C OTAEJIbHBIMH
KJIETOYHBIMHU AJIEMEHTaMU — aMeOOMIHBIMH KJIETKaMH C BBICOKOW CUHTETUYECKOM aKTUBHOCTBIO, CY /IS MO
koaumdecTBy mepoxoBaroro DIIP (Pucynok 3.4.21 a), u MbeimeunbiMu kietkamu (Pucyrnok 3.4.21 6, B).

Dopmuposanue padynvt 6 panHem OHmMOozeHe3e

Paspurue L. pallidula HaurHaeTcs B KOHIIE OCCHH U TPOJI0KAETCs 10 KoHIa (hespats. [Ipo3payunbie
JWH30BHJIHBIE KIAIKU JuamMeTpoM 4-5 Mum ¢ 20-75 sifitaMu 0OBIYHO IPUKPETUICHBI K JaMuHapusaM. [lepuon
pa3BUTHS OT KJIAJKHU 10 BBIXOJAa MOJIOJU cOocTaBiisieT okoyio 120 aHeit npu temneparype He Bbie +3 °C.
JlpoOrneHne cnupanbHOE TOMOKBagpaHTHOE. ['acTpynsiuss — IUIOTHOE BpacTaHue H snubonusa. Bceé

Pa3BUTHUC NPOXOAUT B KIIAAKE YCPEC3 CTaAUU IPCBCIIUTCPa U BEIUTCpa. TpOXO(l)OpHafl JIJMYMHKA KaK TaKOBas
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OTCYTCTBYeT. PaHHMIA Benmurep pa3BuBaeTcs Ha 68-i JICHB MOCIIE OIIOOTBOPEeHMS. VIMeeT ciiabopa3BUTHIM
BEIYyM C PEIKMMHU PECHUYKAMH, MOJI€ TEMEHHOIo cyiataHuuka. [1o3aHMI MOCTTOPCHOHHBIM Benurep c
XOpOIIO Pa3BUTHIM MPOTOKOHXOM, OMEPKYJIyMOM U TMapoil TONOBHBIX IIyHasiell pa3BuBaeTcs K 98-y mHIo
1ocJie OIJI0I0OTBOPEHMs. PakoBrHA MO3IHEr0 BEIUrepa npo3paydHas ¢ XKeJITOBAaTbIM OTTEHKOM, CKBO3b HEE
MIPOCBEYMBAET MUIIIEBApHUTENIbHAS XKeme3a 6emoro nBera (Pucynok 3.4.23 a). Emé oxoino 20 mHei pa3zBuTHe
MPOXOJUT B Kiajike. PakoBHHA YIUIOTHSETCSI, CTAHOBUTCSI MEHEE MTPO3PayHON, XOPOLIO BBIACISAIOTCA I1a3a
B OCHOBaHUU ToJ0BHBIX Hiynanen (Pucynok 3.4.23 e).

Jns ompeneneHus CTaaud, Ha KOTOPOHM 3akKjalbIBaeTCs paayiia, ObUTM TOTAJIBHO HMCCIEIOBAHBI
BEJIUIepbl HAa Pa3HbIX CTaAMUSIX pa3BUTHUA. [IOCKOIBKY *KeJTKa OYeHb MHOTO, a pajayia MeJKas U IUI0XO
pa3iauurMas, TO YBHJETh €€ Ha TOTaJbHBIX MpernapaTax MOXHO TOJIBKO Ha MO3IHUX cTaausx. s
ompeseNieHUs] HalW4usl paayibl Ha OoJiee paHHUX CTAAUAX JUYHMHKH (PUKCUPOBATM U OKpPALIUBAIH
CalcofluirWhite, wmapkupyrOIMM HEMOJUMEPU30BaHHbIN XUTUH. OKpaIlCHHbIC JIUYUHKA  OBbLIH
uccienoBanbl ¢ nomouplo KJICM. OTu mnpeaBapuTenbHblE HMCCIEAOBAaHUS IOKa3alM, 4YTO paiaysa
dbopMupyercss Ha CTaJWd TOCTTOPCHOHHOTO BEJIUrepa C XOPOLIO pPa3BUTOW, HO elE MPO3pavyHO
pakoBUHOM. J[71s1 MiccneqoBanus AeTanei 3aKIaaKi paayiibl ObUTH U3TOTOBJICHBI CEPUU TOTYTOHKUX CPE30B
BEJIMI€POB HA ATOM CTA/IUU U CO3/1aHbl UX MOJEIIH.

ManTuiiHas TOJIOCTh pacmosiaraetcsi Hajn royioBod (Pucynox 3.4.23 B-1). Xopomo pasButa
nepeHsis KHIIKa, KOTOpas OTKPBIBAETCS IIHPOKHUM POTOBBIM OTBEpCTHEM. PanynspHbiii Memiok
pacrojaraercsi ¢ BEHTPaJbHOW CTOPOHBI MepenHed Kumiku. [lepenHsis KuIlka MEepexoAuT B CPEAHION,
3anHsA4 Kumka He pas3Buta (PucynHok 3.4.23 r). Pagyna Ha cpe3ax BBINIAOUT KAaK TOHKas IJIACTHHKA
(Pucynok 3.4.23 n). O6mas MopdoJtorus 1apBaabHOMN paayJibl OblIa UCCIIEI0BaHa Ha CTAJUU BEIUTrepa, He
BBIILIE/IIEr0 U3 KIaaAku. B nepBuuHOil paaysie 3akiiapiBaeTcs NATh 3yOOB B TONEPEYHOM PAJLY: 10 OAHOMY
JaTepaIbHOMY U OJHOMY MaprHHAJbHOMY C KaKIOW CTOPOHBI OT IeHTpaiabHoro (Pucynok 3.4.23 k), B
TEYCHHE HECKOJBKUX PAMOB (TPEX-MATH) AOOaBIsSIeTCs €€ Mo OJHOMY MaprHHAIBHOMY 3y0y C Kaxmoi
ctopons! (Pucynok 3.4.24), u pagyna npuodperaet B3pociyro Gopmymy (2.1.1.1.2).

3T0 U3MEHEHNE KOJIMYECTBA 3y00B B PSAY XOPOILIO MTPOCIEKUBAETCS MPU U3YUEHUH PaIyJIbl TOJIBKO
YTO BBIIICIIITNX U3 KJIAIKHA FOBEHWIbHBIX 0co0el (PucyHok 3.4.24). ITockonbKy pa3BUTHE IPSIMOE, JIMUMHKA
HE MMUTAETCs, a 3HAUUT, U pajyjia He CIyIIMBAETCS, IO3TOMY B pajyJie IOBEHIILHBIX 0CO0eH, TOIBKO UTO
BBIIIEIIINX U3 KJIAJKH, COXPAHAIOTCS BCE Psi/ibl 3yOOB, HAUMHAS C TeX, KOTOPbIE 3aKJIaIbIBAIOTCSI CAMBIMHU
NEPBBIMU B IMOpHOTEHE3E.

JIMYUHOYHBIN pagyspHBIN MEIIOK BBICTIIAaH OJHOCIONHBIM SMUTENNEM, BBICOTA KJIETOK IOCTUTAeT
35-40 mxMm, mupuHa — 4-5 MM (Pucynok 3.4.25 a). KnneTku IMEI0T 3J1eKTPOHHO-TIPO3paYHYI0 IUTOILIa3My

1 OOJIBIIIOE KOJUYECTBO BE3UKYJI C DJIEKTPOHHO-TPO3payHbIM coaepkuMmbiM (Pucynok 3.4.25 6, B). SAnpa

92



KpYyNHbIE, MOTYT pacroyiaraTbCsi Ha pa3HbIX ypoBHAX (Pucynokx 3.4.25 a). Anre3uBHbIE KOHTAaKThI
COEIMHAIOT KJIETKH B allMKalIbHOM 4YacTH, MUKPOBWJLIM JOBOJIBHO INIyOOKO MPOXOAST B MaTpUKC 3y0a
(Pucynox 3.4.25 B, k). bazanpHas miacTUHKA 3JIEKTPOHHO-TUIOTHAsI, peixyas (Pucynok 3.4.25 n). B
LUTOIIJIa3ME XOpOIIO pa3BUT amnmnapar ['onpmpxu Han sapamu (Pucynok 3.4.25 1). B anukanbHON yacTu
KJIETOK OTMeudeHbl Oa3zanpHble Tenbla (Pucynok 3.4.25 0, B, €). PagynspHblil MaTpuKC 3JI€KTPOHHO-
TJIOTHBIN, 3epHUCTHIN (Pucynok 3.4.25 0, x).
Dopmuposanue padyel niankmompoguoeo eeaucepa Littorina littorea

Bemurep L. littorea Bctpeuaercs B manktoHe benoro mopsi B TeueHue Bcero jera. Bemurep,
IUIABAIOIIMIA B TOJIIE BOJbI, UMEET XOPOLIO Pa3BUTHI PECHUYHBIH BEIyM, MPOTOKOHX U OIMEPKYIIYM.
BbuioBneHHble M3 IJIAHKTOHA BEJIUrepbl OBbLIM 3a(UKCHUPOBAHBI M IOJTOTOBJIEHBl K H3TOTOBJICHUIO
HOJYTOHKHMX CpE30B, Ha OCHOBAHUHM KOTOpBIX OblIa co3faHa TpéxmepHas Mmonenb (PucyHok 3.4.26).
ManTuiiHasi oJ0CTh MOCTTOPCUOHHOIO BEJIMIepa pacrosaraercsa Haj rojosoit (Pucynok 3.4.26 a, 6). B
MaHTHUWHYIO TOJOCTh OTKpBIBaeTCsl aHaibHOE oTBepcTue (PucyHnok 3.4.26 6). HepBHas cuctema xoporo
pasBUTa, Mapa Ija3 pacrojlaraeTcsi B OCHOBAaHMM TOJIOBHBIX IIlyNajell, [apa CTaTOLUTOB — Haj
nenanbHbIMU ranrusamMu (Pucynok 3.4.26 B; 3.4.27 a). [luieBapurenbHas cucTeMa COCTOUT U3 MEPeHEH,
mudhepeHIMPOBaHHON cpeHel (¢ xkemyakoMm) u 3aaHei kumok (Pucynok 3.4.26 B-m). [lpaBas mons
MIEYEHU COEMHEHA MPOTOKOM c xeiryakoM (Pucynok 3.4.26 r). [lepennsis Kuiika HauMHAETCS IIUPOKUM
peCHUYHBIM POTOBBIM oTBepcTHeM (Pucynok 3.4.27 B). BenTpanbHas wHBaruHanus TEpPeIHEH KHIIKH
dbopmupyeT paayasipHbiid Memok (PucyHok 3.4.26 T, 1), KOTOPBIH COCTOUT U3 OJTHOPOJHBIX BBITSHYTHIX
kietok (PucyHok 3.4.27 a). Slnpa oBanbHbIe, pacnoaralTcs, Kak IpaBuiIo, B 0a3aibHOM 4acTH, HO MOTYT
y>K€ 3aHUMaTh MOJIOKEHHUE Ha pa3HbIX YpoBHsX. Panyna npencrasieHna 6oiee MHTEHCUBHO OKPAIIEHHOH 110
CPaBHEHMIO C OKPY’KaIOIIUMU KJeTKaMu IutacTuHkoi (Pucynok 3.4.27 a). Pagyna xopoTkasi, HTOCKOJIbKY
3yObl HE BBIXOJAT Ha paboumii kpail. JKemyJqok ¢ saTepanbHOM CTOPOHBI BBICTIAH KyTHUKYJISIpPHOM
IUTACTHHKOM € 3yOunKamu 1o BHenHeMy kpato (PucyHnok 3.4.26 1, 1; 3.4.27 6).

Dopmuposanue padyner Velutina velutina

Benureps! V. velutina niaBaroT B IIIaHKTOHE C CEPEAMHBI HIOHS U BCTPEYAIOTCS B TEUCHUE BCETO
neta. VX JerKo OTIWYHUTH MO CIU3EBOMY YEXJIMKY, OKpysKaromiemy JuuuHKy (Pucynok 3.4.28 a, 6). beiio
M3TOTOBJIEHO JIBE CEPUU CPE30B, IO KOTOPBIM CHAEIaHbl PEKOHCTPYKUUHU. Y JIMYMHKH XOPOLIO Pa3BUTHIN
MUIIEBAPUTENBHBIN TPAKT C LIMPOKUM pecHUYHbIM pToM (PucyHok 3.4.28 B, 1), KOTOPBIN MEPEXOAUT B
NepeHIO KUKy U kenynok (Pucynok 3.4.28 B, r). CpeqHsisi KUILIKa COCTOUT M3 XKEJIyAKa C TOJICTOM
KyTukyioi (Pucynok 3.4.28 e). B xemyake ecTh COIEpKHUMOE, YTO TOBOPUT 00 aKTHUBHOM IMUTaHUU
Benurepa. [lumieBapurenbHas xene3a COCTOMT U3 JIBYX JI0JIeH, Oojiee KPYIHOM MpaBoil u Oojee MEeNKoi

JIEBOM, KOTOphIe BHagaroT B xkeayaok (PucyHok 3.4.28 e). 3agHss KMIIKa OTKPHIBAETCS B MAHTHHHYIO
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nosiocth (Pucynok 3.4.28 1). ¥ 00eux HCCIEIOBaHHBIX OcoOell Bemurepa BEIIOTHHBI HE OOHAPYKEHO
panynsapuoro Memka (PucyHok 3.4.28 B, €, MECTO paayJSIpHOTO MeIIKa O003HAYEHO CTPEITKAMH).
BeposiTHO, OH 3aKJIaIbIBACTCS TIO3XKE.
O0cy:xnenue
B pesynbTare uccnenoBaHuii ObUTH BIIEPBBIC TIOJTYYCHBI TaHHBIE TI0 THCTOJOTHH U YJIBTPATOHKOMY
CTPOCHHUIO TJIOTOYHOT'O BOOpY>KEHHUs pasHbix BuoB Littorinimorpha. Takxe BrepBbie ObLIM MOJTYUYCHBI

JAHHBIC 110 3aKJIaJIKE paayJbl HA paHHHUX CTAJUAX OHTOI'CHE3a IIPHU Ppa3HOM pa3BUTUMH.

Ocobennocmu cmpoenus uearocmeil

JlutepaTypHBIX JaHHBIX IO CTpoeHHI0 denmtocteid Littorinimorpha we tak wmuoro. IlapHbie
YEJIOCTHBIC TUIACTUHKH C POJJIETAMH IO BHEIIHEMY Kparo pacrojiararoTcs JaTepalibHO B OYKKaIbHOU
nosnoctu. B rpynme Littorinae nabimromaetcs TeHACHIMS K peIyKIMU YetocTei. M3 ncciie1oBaHHBIX BUIOB
JyentocTH ecTh y Skeneopsis planorbis, Peringia ulvae u Velutina velutina. ¥ Bcex 310 mapHbie XUTHHOBBIE
IUTACTHHKH, KOTOPBIC PACIOJAratoTcs JaTepajibHO B OYKKAJILHOW MOJOCTH HANPOTHB pabovero Kpas
pamynel. Yemoctu Menkux BumoB (S. planorbis u P. ulvae) nekpymubie, pabouuii Kpail 4eIrOCTHOM
IUTACTHHKH COM3MEPUM C IIHPHHOMN PadyJibl, a POUIETHI MEJIKHE M CKOPEe HAIOMUHAIOT uerryiku. Jms V.
velutina xapakTepHa KpyIHasi 4eJII0CTh: MHUPHHA paboyero Kpas OJHOM IIACTUHKHU B 4 pa3a MpeBbIIIaeT
HIUPUHY Paayiibl. [IpakTHYeCKH BCs YETFOCTHAS TUIACTHHKA TIOKPBITA OCTPBIMH 3yOIlaMK, COM3MEPUMBIMU
10 pa3MepaM C BBICOTOW PaIyJIIPHBIX 3yOOB, M3 YETrO0 MOXHO CJENaTh BBIBOJI, YTO YENIOCTh MPUHUMACT
aKTUBHOE ydYacTHe B muinenoObiBanuu. [Ipeacrasutenu V. velutina crenuanu3upyroTcss Ha aCIUIHIX
(Sargent et al., 2019), xécTKHe TOKPOBBI KOTOPBIX OHU, BEPOSTHO, HCTUPAIOT MOIIHBIMHU YEITFOCTSIMU.

[TnactiuHKa GOpMHUPYETCS THATOAMTEIMEM, TOJCTUIAIOIIUM YeIoCTh. Ha MONMyTOHKHX cpe3ax
Yyepe3 YeNOCTHYI0 MiacTuHKy S. planorbis BuaHO, YTO YENIOCTh COCTOMUT HX JIBYX CJOEB: BHEIIHETO
TOMOT'€HHOTO ¥ BHYTPEHHET0, COCTOAIIET0 U3 pouieToB. OnuH pouieT GopMHupyeTcs OAHOM KIETKOM, Kak
9TO OBLIO OMKCAHO JJIS YETI0CTEN apXUTeHHorIoccHoro Buaa Marisa cornuarietis (Lufty, Demian, 1967),
TaK € KaK M y ONWCaHHBIX B MIaBe 3.2. yenlrocTedl Beturactpomoj. TakuM o0pa3oM, YEIHCTH
BETHUTACTPOIIO]T M [IEHOTACTPOIO] UMEIOT CXOXKYI0 MOP(OJIOTHIO U MEXaHU3M BO30OHOBIICHHSL.

Ocobennocmu cmpoenus u popmuposanus e3pocioi padyvl

3ona GopMupoBaHus paayisl Bcex Littorinimorpha mpencrasisier coboii pacimpeHue CIenoro
KOHIIa PayJIIPHOTO MEIIKa OBaJIbHON (OpMBI. PayIsspHBIil MEIIIOK Y Pa3HBIX BUOB Pa3HOM JJTUHBI, UTO,
COIJIACHO JINTEPATYpPHBIM JIaHHBIM, COOTBETCTBYeT Tumy mnutanus. s mactOummnoro Buma Littorina
obtusata, mpescTaBUTEIH KOTOPOTO MOCTOSHHO COCKPEOBIBAIOT ¢ TBEPAOro CyOCcTpaTa HAIET, XapaKTepHa

JUTMHHAS pajyna, 3aBépHyTas B crupaib. Jis ocobeir L. pallidula, Buma-smudura, cockpéOpiBarommnx
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MOBEPXHOCTHYIO TUIEHKY C MSTKUX TAJUIOMOB BOJIOPOCIICH, HA KOTOPBIX 3TOT BUJ OOUTAET, XapaKTepHa HE
Takas JJIMHHAs pajyjia — OHa JejaeT JBe METIM B BUCIepalbHOM Macce. Pamyna Lacuna vincta emé
KOpOdYe: pamy IsipHBIA MEIIOK JejaeT ouH 3arub B 30He popmuposanus. Pagyma Velutina velutina, Buna,
CIeUATM3UPYIOLIETOCs Ha TBEPIOW MUILE, HE JUTMHHAS, BOIIPEKH TOMY, YTO Y JPYTHX BUIOB, ITUTAOIIUXCS
Ha TBEPJBIX CyOCTpaTax, MPOUCXOJMUT y/UIMHEHUE paryibl. [leno B Tom, uro yemoctu Velutina velutina
KPYIIHbIEC, apMUPOBAHBI MOIIIHBIMHU 3yOLIaMH, U, [T0 BCEW BEPOATHOCTH, OepyT Ha ceOs1 QyHKIIMIO pamyibl. A
BOT JuIs Mesikux BuzoB (Skeneopsis planorbis, Peringia ulvae), pakoBrHa KOTOPBIX HE MPEBBIMIACT 2 MM,
XapaKTepHa KOPOTKas pajyJia: paxysIpHbII MEIIOK €/IBa 3aXOJHT 3a IPaHMIbI OyKKAILHOTO KOMILICKCA.
Takum 00pa3oM, MOKHO TOBOPHUTH O TCHACHIIMU K YBEJIMYCHHIO UTMHBI PAYJIbl (2 3HAYUT, U KOJIMYESCTBA
HOMEPEUHBIX 3y0OB) Y BUIOB, COCKPEOAIONINX OUOIUIEHKY ¢ TBEPBIX CyOCTPATOB, U YMEHBIICHHE THHBI
pamgyibl ¢ mepexoqoM K XuInHu4YecTBY. C JApPYroil CTOpPOHBI, YKOPOYEHHE PaayJibl MOXKET OBITh TaKKe
CBSI3aHO M C YMCHBIIICHHEM Pa3MEPOB CaMOI'0 MOJUIIOCKA, a 3HAUUT, ¥ JIMHEHHBIX pa3MepoB 3y0O0B, KaK 3TO
MOYKHO Ha0JIF0/1aTh TSl MEJIKUX BUI0B Skeneopsis planorbis u Peringia ulvae.

3oHa  GopMHpOBaHHS  pPaAyibl  M3yYEHHBIX  BHIOB  yKpEIUIEHa  pa3pacTaHHeM
COC/IMHUTEIFHOTKAHHOW OO0OJIOYKH paaysIipHOTO MEIIKa, KOTopoe ObLIo0 MoapoOHO omucaHo st L.
pallidula.  M3rubOer  pamynspHOro  Memika  JAPYIHX  BHJAOB  YKPCIUIIOTCS ~ TaKHUMH  Ke
COC/IMHUTEIbHOTKAHHBIMU Pa3pacTaHUSIMH M, BEPOSTHO, CIIy)KAaT YHHBEPCAIbHBIM MEXaHHU3MOM JIJIsI
OpraHHU3all|uK U MOACePKaHUs HE0OX0aUMON GOPMBbI 30HBI (HOPMHUPOBAHHS PATYJIBL.

Vaempamonxoe cmpoenue 30Hbl hopmuposanus

dopMupoBaHUE TEHUOTIIOCCHON paylibl B IUTEPATYpe OBLIO MOAPOOHO OIMCAHO JIJIsl OTHOTO BHIA
Architaenioglossa Pomacea bridgesi. Hecmotpst Ha TO, uTo 00Imias 30HambHOCTH pamyibl L. pallidula,
u3ydeHHas B 3TOW pabote, cxoiHa ¢ TakoBoi P. bridgesi, y L. pallidula moxHO 0TMETHTH HECKOJIBKO
OTJIMYUTENBHBIX ocobenHocteit: y L. pallidula orcyrctByer kommoctuns —  pa3pacTaHue
COE/IMHUTEIEHOTKAHHOW 000JI0YKH, KOTOPOE pacroiaraercsi B1ojab U-00pa3Ho H30THYTOrO B TIONEPEYHOM
ceuenuu paayssipHoro merika (Carriker, Bilstad, 1946; Curtis, Cowden, 1977; Mackenstedt, Markel, 1987).
OTcyTCTBHE KOJUTOCTHIISI CBA3aHO, BEPOSITHO, ¢ OoJIee TMHHOM paaynoi. Paama Pomacea bridgesi cocrout
Bcero u3 35-38 momepeunsix psgos (Mischor, Markel 1984), B To Bpemst kKak paayia JaKyHbI B Ba pasa
JUTMHHEE W pacIiojlaraeTcsi MeX,y BHYTPEHHUMH OpraHaM¥ B BHCLepaibHON Macce. [Ipu pacmonoxxeHnn
JUTMHHOTO Pa/IyJIIPHOTO MEIIKa B BUCIIEPAILHOIN Macce OKpY Karollue TKaHW MOTYT OTY4acTH OpaTh Ha ce0st
NOJJICPXKUBAIOIIYI0  (QDYHKIMIO KOJUIOCTHIS. B KadecTBe JIOMOJHHUTENBHBIX — MOJICPKUBAIOIINX
obpasoanuii y L. pallidula pasBuBaercs coeaMHUTEIBHOTKAHHAS CTPYKTYpa B pallOHE 3O0HBI
(opmupoBaHus paxyibl. Bropast XpsineBUIHAS CTPYKTYpa, COCTOSINAS U3 BAKyOJIM3UPOBAHHBIX KIICTOK,

BIICPBBIC OIMMCAHA IAJId paayJjibl TraCTPOIIOA. IIo CBOCMY T'HCTOJIOTUYCCKOMY CTPOCHUIO OHAa HAIIOMHHACT,
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ckopee, xpsiir ogouTodopa (Katsuno, Sasaki 2008). ITogo0HbIE JOMOTHUTEIBHBIC APMUPYIOIINAE CTEPIKHA
pa3BUBAIOTCS B 30HE (hopMupoBaHus KpynHO# paayisl Nerita litterata, onmucannoit B peaplayIei riase.
Hao cka3athb, 4TO OSABJICHUE BaKyOJIM3UPOBAHHBIX COSTMHUTEIbHOTKAHHBIX TOAICPKUBAIOIINX CTPYKTYP
— HE PEAKOCTh: HANpUMEp, XPSIIM B JIydyaX BEHYHMKA CCICHTAPHBIX AHHEIH] WIA y TOJOBOHOTHX
mosuttockoB (Person, Philpott, 1969; Cole, Hall, 2004).

Oponro6nacter L. pallidula pacnonararorcst B TepMHUHAIBHOM 30HE CIEIOr0 KOHIA Paay/IsIPHOTO
Melka. [pymnrbl 0JJOHTOOJIACTOB COOTBETCTBYIOT KOJIMYECTBY 3yOOB B momepedHoM psay (7 rpymn
OJIOHTOOJIACTOB), YTO XapPaKTEPHO JJIsi BCEX T'aCTPOIIOJ], TaK K€ KaK U PaclojioKeHue MeMOpaHOOIacToOB
cpa3y 3a omoHToOMactaMu. MeMOpaHOOIaCThI JaKyHbI OTIMYAOTCS MO (GopMe OT OJOHTOOIACTOB, ITO
MEHEE BBITSHYTBIC KJIETKH ¢ 00Jiee MPO3pavyHON IIUTOILIa3MOM, SIIpa KOTOPBIX PACIIONATAIOTCS B OJTUH PSI/I.
3y6 u MemOpaHa (OPMUPYIOTCS MHKPOBHIUISIDHOW cekpermed. Jlns J1akyHbl OTMEUYEHA TakKKe
JIONIOJTHUTEIIbHASL CHHTETUYECKasi aKTHBHOCTh CyOpay ISIpHOTO SIUTENHs, KOTOPBI pacroiiaractcsi BA0Jb
JaTepaabHBIX KpaéB paaysibl. DTOT AMHUTEIMHA aKTHMBHO BBIACISCT XUTHH W HAJCTPAMBACT JIaTepasibHbIC
yactu paayisspHon MemOpanbl. CyOpamymspaeiii sourenmii L. pallidula B 30me 3pensix 3y0oB
YIUTOMEHHBIH, HEOOJIbIIINE MUKPOBWUIA HE IPOHHUKAIOT B MeMOpany. CynpapaayisipHbIi SITUTEIUI B 30HE
CO3pEBaHMs UMEET HENPABUIbHYIO (OPMY M COXPAHSET CUHTCTUYCCKYIO aKTUBHOCTh, (DOPMHUPYST BOKPYT
3y0a rOMOreHHbI BHEKJIETOYHBIH MaTpPUKC, KOTOPBIA, BEPOATHO, y4acTByeT B co3peBaHuu 3y0a. Ha
yIBTPATOHKOM YPOBHE JKCTPAKIECTOYHBIH MaTpuKC omucaH Brepsbie. Jins Pomacea bridgesi onucana
nepudepuyeckas cepas 30Ha 3yoos (Mischor, Markel, 1984), Ho mpoBecTH aHATOTHIO HEBO3MOXKHO H3-3a
pa3HBIX METOJIOB UCCIeIoBaHMS. MUTOTHUYECKAs 30HA XOPOIIO HISHTH(GHUIUPYETCS C TIOMOIIBIO SACPHBIX
Kpacuteneid. Y BCeX M3YUYCHHBIX JIMTTOPUHUMOPG OTMeueHa mponudepaTiuBHas aKTUBHOCTH B
JaTepabHBIX YaCTSIX CyNpapanyIsipHOrO SMUTENHs B 30He (HOPMHUPOBAHHSI.

[TonydeHHble JaHHBIE IO Pa3HBIM TPYIIAM TACTPOINOJ MOKA3ald, YTO KOJHUYECTBO M (hopma
0JIOHTO0JTACTOB — (DUIIOTEHETHYESCKH 3HAUUMBIN MPU3HAK, KOTOPBIH KOPPEIUPYET C TUIIOM paayJibl. Tem
HE MeEHee, 3yObl pa3HOrO pa3Mepa, BEpOSTHO, MOTYT CHHTE3UPOBATHCS Pa3HBIM KOJIUYECTBOM
0JI0HTOOacTOB. [IJisi MPOBEPKH 3TOW THUIMOTE3bl OYEHb XOPOIIO MOAXOMAAT JTUTTOPHHUMOP(DEI, KOTOpHIE
UMEIOT, C OJTHOM CTOPOHBI, OOJIBIIION pa3dpoC B pa3Mepax paayJibl M B MUIIEBBIX CTPATETUAX, & C APYTOH —
o0IajafoT Ha YJIUBJICHUE OIHOTHITHOW paaysioi. B pesynbraTe HccieqoBaHUN 30HBI (POPMHUPOBAHUS
payiibl MEJNKUX BUJIOB C MEJIKHMH 3y0aMH U 0ojiee KPYIHBIX BUJIOB OBLIO TIOKA3aHO, YTO KOJIMYECTBO U
pa3Mep OJ0HTOOJIACTOB, COOTBETCTBYIOIINX OJHOMY 3yOy, pacTyT NpH yBeJlWYeHHH pa3mepa 3yoa. Tak,
onouToOaact S. planorbis nocturaer 20 MKkM, U Ha OJJHOM ONITHYECKOM Cpe3e HabroaaeTcs He 6obiire 40

saaep, B TO Bpemst Kak s Littorina obtusata ¢ Gonee kpynHbIMu 3y0amu XapaKTepHBI OJJOHTOOIACTHI B 4
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paza Beimre (10 80 MKM), a Ha OJUH 3y0 MPUXOJUTCS HECKOJBKO COTCH OJOHTOOJAcTOB. BeposiTHO, mpu
OoJiee TIIATENBHBIX UCCIICAOBAHUSIX 9T KOPPEISILUS MOXKET OBITh OTMEYEHA M JJIsl IPYTHUX HOAKIACCOB.
Pasmnoxncenue u pazsumue Lacuna pallidula

Campble pa3HbIe aCTIeKThl Pa3BUTHS IPEACTABUTEINCH TUTTOPUHIUMOP( TOBOJIBEHO XOPOIIO OIHCAHBbI,
BiIrouasi pannee passutue (Conklin, 1897; Buckland-Nicks et al., 1973), nutanue miaHKTOTPOPHBIX U
nenurotpodHbIX BumoB (Moran, 1999), onucanue mIaHKTOTPO(HBIX JIMYUHOK C YHOPOM Ha TUATHOCTHKY
(D’Asaro 1965; Struhsaker, Costlow, 1968; Ockelmann, Nielsen, 1981; Thorson, 1950).

Hpobnenune Lacuna pallidula kimaccuueckoe crnmpanbHOEe TOMOKBAJIpaHTHOE, XapaKTEPHOE IS
murropuraumopd (Conklin, 1897; Fretter, Graham, 1962). [TocTamMOprOHaIEHOE Pa3BUTHE XapaKTEPU3YETCSI
IPOXOXKACHHEM 4Yepe3 CTaIud NpeBejurepa M Benurepa 0Oe3 HacToAMEH TPOXOPOPHOIl JIMYUHKH.
BoITsIHY TBII SMOPHOH JIMIIEH PECHUYHBIX MOJEH, XapaKTEepHBIX Uil TPoXo(hopHOU TUUMHKU. Beinanenue
TpOXO(OPHOM CTaJMU XapakTepPHO Ui JICHUTOTPO(GHOrO pa3BUTUS B KIAJAKE IS MPEICTaBUTEICH
Caenogastropoda, Heterobranchia u Neritimorpha (Ponder et al., 2019).

Ocobennocmu hopmuposanus IUHUHOYHOU padyivl

B pesynbrare paboThl ObLTH MOTYYEHBI AaHHBIE 10 3aKiaake paayisl y Lacuna pallidula (Pucynox
3.4.29) ¢ mpakTHYecku MpsMBIM pa3BuTHEM B Kiaake u Littorina littorea u Velutina velutina, Bumos c
IIaHKTOTPO(HBIME Besurepamu. Pa3surue nepenneii kumku L. pallidula comagaer ¢ onucanubiMu panee
s aurropuaumopd (Page, 2000). Pagyna L. pallidula 3aknageiBaercss Ha cTaguu MOCTTOPCHOHHOTO
BEJIMTEpa ¢ MPO3pavyHOi paKOBUHOM, Oeloii meyeHpro 1 0e3 3aaHei kumku. B smopuorenese L. pallidula
HaOmogaercst MoauQUKaIKs paayibl OT MATU3YO0OH K ceMH3yOoil 3a KOPOTKHI NMPOMEKYTOK BPEMEHH, B
TEUCHHE BCETO HECKOJILKUX PSJIOB, TO €CTh B3pOCias TCHUOTIIOCCHAsI KOHPUTYpaIsl paysIbl TOCTUTAeTCs
o4eHb ObICTpO. Pajgyna hopMupyeTcs: OJJHOTUITHBIMH KJICTKAMHU KaK 3JCKTPOHHO-IIOTHAS TUIACTHHKA, YTO
CXO0’Ke C omMcaHHbIMU B r1aBax 3.1. u 3.2. paxynamu T. testudinalis u M. helicinus.

[TnaBaromue Benurepsi L. littorea u V. velutina uMeroT MOJTHOCTHIO Pa3BUTYIO MUIIEBAPUTEIBHYTO
CHCTEMY C XOPOIIO Pa3BHTBIM JKEIYJIKOM M 3aJIHEH KHIIKOH, B KOTOPOH HAXOJHMTCS COJACPKUMOE, UTO
rOBOPHUT 00 aKTHBHOM MuTaHuM. [Ipy 3TOM Ha BEeHTpaJIbHOM cTOpoHe nepenHei kumiku L. littorea paspur
HEOOJIBIION pay ISIPHBIA MEIIOK, KOTOPBIH CHHTE3UPYET IMYMHOYHYO PAIyJy B BHIEC TOHKOM ITACTHHKH
0e3 u4éTko oQoOpMICHHBIX 3y0OB, a B mepeaHedl kumke BenurepoB V. velutina Hukakoro 4YETko
Cc(OPMHUPOBAHHOTO paIySIPHOTO MeEIIKa He OOHapykeHo. Ha BEHTpajbHOW CTOPOHE POTOBOW IOJIOCTH
HaMe4YaeTcs OYCHb HE3HAYHMTENIbHAS WHBATHHAIMS SIHUTENNS. BeposTHO, IpH JICIUTOTPOPHOM Pa3BUTHH
pamyna 3akiajpBacTcs Ha (UKCHPOBAHHOW CTaauu (PaHHEro IOCTTOPCHOHHOTO BEJHMIepa), a Ipu
IUIAHKTOTPO(HOM 3aKJIaJKa paayibl CMEIIAeTCs Ha OoJiee TO3HUE CTAaUU, NPUIEM 4eM OOJIbIIe epruo]

Hpe6I)IBaHI/I$I B BOJC, TCM ITO3JHEC 3aKJIaAbIBACTCA paayJia.
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I'norounoe Boopyxkenne NEOGASTROPODA

YT1oOBbI ONMpEaeTUuTh CTEIeHb U3MEHUYMBOCTH 30HBI (POPMHUPOBAHUS MPH PA3HBIX KOH(DUTYpPAIHIX
panyibl, BIEpBbIE OBUIO HM3Y4€HO Ha YIJIBTPACTPYKTYPHOM YpPOBHE TJIOTOYHOE BOOpPYKEHHE TPEX
Tpornmyeckux BuaoB Conoidea c¢ pasHeiM HabopoMm 3y0OB. B ocHOBY paOOThl Jerivd AaHHBIE 10
IIUTOJIOTMYECKOM opranu3aiuu 30061 Gopmuposanus Clavus maestratii (Kilburn, Fedosov & Kantor, 2014)
(Drilliidae, 6 sk3emmurapos), Lophiotoma acuta (Perry, 1811) (Turridae, 10 sk3emmuisipoB) u Conus
pulicarius (Hwass in Bruguiére, 1792) (Conidae, 6 sx3eMIutsipoB). 3akiaaka paayJibl B paHHEM OHTOTECHE3e
Obuta m3ydena s Buccinum undatum (Linnaeus, 1758) (Buccinidae, 9 nuunHOK U 9 MOJIOBO3PENBIX
ocobeif). [[nst Toro 4toObl MPOBEPUTH, 3aKIAABIBAECTCSA JIUM pajayia B 3MOpUOTEHE3e TeX racTpomoj, y
KOTOPBIX BO B3POCJIOM COCTOSIHMH OHa OTCYTCTBYET, ObUTO M3yucHO passutre Admete viridula (Fabricius,

1780) (Cancellariidae, 28 nmu4nHOK 1 5 B3pOCIBIX).

BnepBeie s HeoracTpomoj ObUIM MOJYYEHBl JAaHHBIE [0 YJIBTPATOHKOMY CTPOEHUIO
TOKCOTJIOCCHOM pajayJbl, KOTOpbIE MOKa3adl OO0IKe MaTTePHBI ISl BCEX KOHOWEH BHE 3aBHCHUMOCTH OT
Tuna paayibl. Takxke OblIa IpOCiekeHa 3aKIaka X000Ta y BUIOB C JICIIUTOTPOPHBIM Pa3BUTHEM B KJIAKE,
KOTOpast MOATBEPKIAE€T ONMUCAHHBIE paHEee BApUAHTHI Pa3BUTHS X000Ta HEOTACTPOIIO]] C INITAHKTOTPOPHBIM

Pa3BUTHEM — U3 MHBArnHalluu BGHTpﬂJ'IBHOfI CTCHKHN HepeI[HGI\/'I KHIIKHW JIMYNHKH.

PesyabraTsl
Cmpoenue u popmuposanue padynw Clavus maestratii

Mopdomnorus nepenueit kumku Clavus maestratii Tunuuna mis cemeiicta Drilliidae (Hampumep,
Menunckas, 2002; Taylor et al., 1993) u xapakrepusyercssi X000TOM CpeAHEH IIMHBI B COKPAIIEHHOM
COCTOSIHUM, NapHBIMU CIIIOHHBIMU JK€JI€3aMH, [UIMHHON M3BUTOW SJOBUTOM JKEJIE30M, IPOXOIAIIEH Yepes
OKOJIOTJIOTOYHOE HEPBHOE KOJBIO C MBIIIEYHBIM OYyJIb0ycOM CpEIHEro WIM KpPYNHOIO pa3mepa Ha
JTUCTAIbHOM KOHIIE M OyKKaJIbHOM MaccoM, pacIioyio)KeHHON 0331 OCHOBAaHMSI COKpAIIEHHOTO X00o0Ta.
JloGaBouUHbIE CIIOHHBIE JKEJe3bl MPHU BCKPHITUM He OOHapykeHbl. s umccienoBaHus MOPQOIOTUU
OYyKKaJIbHOT'O KOMILIEKCa OB M3TOTOBJIEHBI CEPHH MOJYTOHKUX CPE30B, MO KOTOPHIM ObljIa MOCTPOEHA
TpéxmepHast Mmojenb (Pucynok 3.4.30). PagynspHblii MEIIOK JIEXKUT clipaBa OT OYKKAJIbHON MacChl, TOYTH
napajuieJJbHO OCHOBHOM OCH X000Ta, M TaKOW e JJIMHBI, KaK U COKpAIIEHHBIN X000T. /[Be ManeHbKHe
CIIIOHHBIE JKeJe3bl MPWIIETAIOT K pPaayJlIIpHOMY MEIIKYy W YaCTHYHO TMOKPBIBAIOT €ro, OTKPHIBASChH
KOPOTKHMHU TPOTOKAMH B OYKKaJIbHYIO IMOJIOCTh CIIPaBa M CJ€Ba COOTBETCTBEHHO, KyJa TaKXke BHAETCA
pabounii kpait paxynsl (Pucynok 3.4.30 a-B). M3Butas simoBuTast xejae3a OTKPHIBACTCS B MMUILEBO/] BBIIIE
oTBepcTHil ciroHHBIX Jkené3 (Pucynok 3.4.30 B). PagynsapHbiii anmmapaT COCTOMT W3 OBAJbHOTO B
MOTIEPEYHOM CEYEHUH PaayJIIPHOTO MelIKka 1 ooHTodopa. [TapHbie Xpsim 010HTO(Opa COCTABISIOT Yy Th

MEHee MOJIOBUHBI JJTMHBI paayisipHoro Memka (Pucynok 3.4.30 B, 1), pagyisipHas MemOpaHa orudaet Xpsiiiy
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onoHTOo(dOpa 1 moarubdaeTcs Mo Hero, 00paszys padountii kpait (Pucynok 3.4.30 1 -e). Hu cyOpanynsproit
MeMOpaHbl, HU KPbUIOBUAHBIX MPHUIATKOB HU y OJHOTO M3yYEHHOTO BHJA HEOTacTPOIol OOHAPYKEHO He
Ob110. XpAIl MPEACTaBIEH KIETKaMH ¢ KPYIHBIMHU BaKyOJSIMH, PAcloiOXEHHBIMU B 0JuH psf (PucyHok
3.4.30 e). Mpimnsl pa3BUTHI ¢1a00 U MPEICTaBICHB MAPHBIMU PATYJISIPHBIMUA PETPAKTOPAMHU U HETIAPHBIM
perpaktopoMm ogontodopa (Pucynok 3.4.30 r, n).

Panyny MOXHO pa3fenuTh Ha CIEIyIOIIME 30HbI: 30Ha (OPMHUPOBAHUS B CIEHNOM KOHIIE
palyJIsipHOTO MEILKA; 30HA 3peibIX 3y0OB, KOTOpas 3aHMMAeT OOJIBLIYIO YacTh PAyJISIPHOTO MEILKa;
pabouast 30Ha, BjarowasAcsi B OYKKaJIbHYIO IIOJOCTb, M 30HA JErpajaliy, pPACIOJIOKEHHAs 0N
onontodopoM (Pucynok 3.4.30 B, e). Panynsapusliii Memiok qocturaet aiauHsl 1.5-2.0 MM, a pagyiia cCOCTOUT
u3 45—47 nonepedHsbIx psoB 3y0oB (Pucynok 3.4.31 a), u3 KoTopbiX 3—4 caMbIX MOJIOJBIX psiia MArkue. B
Ka)/IOM IIOTIEPEYHOM ps1y MATh 3yOOB: OUE€Hb Y3KHM, BHITSIHYTHIH, HE CHIIBHO IPUIIOHSTHIN [IEHTpaJbHbIN
3y0 (mmHoii 20—25 MKM), mapa MUPOKUX JIaTepalbHbIX 3y00B (mmpuHoit 10 100 MKkM) ¢ 9-10 3yOunKamu
[0 Kparo U Napa KUHXAJOBUAHBIX MAaprUHANbHBIX 3y00B (mimuHOoN 220-250 mxm) (Pucynok 3.4.3 6, B).
MaprunanbHbie 3yObl CHIIBHO YIUIOIIEHHBIC, B OCHOBaHMM cierka yrtoimeHbl (Pucynok 3.4.31 a, 0).
Panynspuas memOpaHa TOHKasi U CJI0XKE€HA IPOJIOJIBHO 110 CPEIHEH JIMHUM, YTO MPUBOAUT K V-00pasHOMY
npoduaro B monepeuyHom ceuenun (Pucynok 3.4.32 a, 6). B pagynspHOM MemIKe HEHTPAIbHBIA 3y0
pacronaraeTcs MeIMaHHO B 3TOM IIPOJIOJIBHON CKIIAJKe, a JlaTepanbHbie — 110 6okam (Pucynok 3.4.32 a, 6,
X, 3). MapruHaibHbIe 3yObl pacroiaraloTcs 3a0CTpEHHBIMH BepxyIkaMu BHU3 (PucyHok 3.4.32 a, 0, ik, 3).

CornacHo TpEXMepHOI1 MOIeH 30HBI (JOPMUPOBAHUS, OOHTOOIACTHI pa3ielieHbl Ha JABE MMOJIOBUHBI
¢ gopcaibHOil crtopoHsl (Pucynok 3.4.32 B, r, n). Kaxknmas rpynma o0J0HTOOJIACTOB CHHTE3UPYET
MapruHajbHbIE W JIaTepalbHbIe 3yObl, a LEHTPAIbHBIA 3y0 (GopMHpYyeTcs OJOHTOOIAcTaMH, KOTOPHIE
pacrosarafoTcss Ha BEHTpalbHON cTopoHe. [TockonbKy omoHTOOMacTEI 1 MeMOpanoOacTel C. maestratii
TPYJIHO OTIMYHUTH JPYT OT APYTa MO THCTOJIOTMYECKOMY CTPOEHHIO, BCE 3TH KIIETKU MpecTaBieHsl Ha 3D-
MoJeIsAX Kak equHas rpynmna (Pucynok 3.4.32 6, B).

CoriacHO pe3ysbTaTaM HCCIIEJI0BaHMs YJIbTPATOHKOTO CTpOeHus, omoHtoOnactel C. maestratii
MPEJICTaBISIIOT COOON KIETKU MPSAMOYTOJIbHOM (popMbl, ocTuratonue 18 MM B JUIMHY 1 2.8 MM B IIUPUHY .
OBanbHBIE S/Ipa PACMOJIOKEHBI HAa Pa3HBIX YPOBHIX B 0a3anbHOM yacTh kieTok (Pucynok 3.4.33 a).
OnoHTOONaCTHI 00TaJAI0T XaPAKTEPUCTUKAMHU, THITMYHBIMU U1 CEKPETOPHBIX KJIETOK: MHOTOYHCICHHBIMU
MHUTOXOHJPHSIMA B 0a3albHBIX YacTAX W XOPOIIO PAa3BUTHIM IIEPOXOBATHIM SHAOIUIA3MATHYECKUM
peTHKyJIyMOM U annapaToM ['onbmaku B ux anukanbHbIX 4acTax (Pucynok 3.4.33 6; 3.4.34 a). Kpome Toro,
anmuKajgbHas 4acTh KJIETOK HECET M MHOTOYUCIICHHbIE MUKPOBUIUIH C 3K30IIMTO3HBIMH BE3UKYJIaMHU MEXY
HuMH. (PucyHok 3.4.33 c¢). Besukynbl Takke pacrojlaralorcsi B CyOanuKaJbHOM YacTH LUTOILUIa3MbI

(Pucynox 3.4.33 ¢). OnoHTOOMaCTHI COEAMHEHBI aIT€3UBHBIMU M CENNTUPOBAHHBIMU KOHTakTaMu (PrucyHok
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3.4.33 a, c; 3.4.34 0); OGa3anbHBIC Telblla OOHAPYKUBAIOTCS 1O MUKpoBHWUIIME (PucyHok 3.4.33 c).
ToHoGuUIaMEHTHl  MPOHU3BIBAIOT  KJIETKM B anMKo-0a3ajlbHOM  HAMpaBICHUU,  COCAMHSSICH
nonynecMocoMaMu ¢ OazanpHOW TutacTuHKOM (Pucynok 3.4.34 a). HoBocdhopmupoBaHHBIE 3yObI
AJIEKTPOHHO-TUIOTHBIE M NPOHM3aHbl MUKpoBwIIAMHU (Pucynok 3.4.34 B). Haumnas co BTOporo psna,
JaTepaibHble U LEHTpasibHble 3yObl BoJoOkHHCThIE (Pucynok 3.4.34 r, n). Knerku cyOpaaymnspHoro
snutenuss C. maestratii 3HaYUTETBHO OTIMYAKOTCA OT OJOHTOOJIACTOB IO YJIBTPATOHKOMY CTPOCHHUIO
(Pucynox 3.4.35 a, 6). Onu gocturarot 37 MKM B BBICOTY U 4.2 MKM B LIUPHUHY, UMEIOT 3JIEKTPOHHO-
NpO3payHyl0 IMTOINIa3My W IIEHTPAJIbHO pPACIOJIOKEHHBIE OBalbHbIe sapa. Kierounas memOpana
3JEKTPOHHO-TUI0THAs yTonménHas (Pucynok 3.4.35 a). KopoTkue MUKpOBWIIM IPOHUKAIOT B paAyJIsIPHYIO
MeMOpany (Pucynok 3.4.35 6, B). MaprunanbHbie 3yObl IUIOTHO MPUJIETAIOT APYT K JIPYTY B PaayIsIPHOM
MEIlIKe, MPAaKTUYEeCKU HEe OCTaBJIAs MPOCTPAHCTBA Ul KIETOK cymnpapanyispHoro snurenaus (Pucynox
3.4.32 u). B To xe BpeMs cynpapaiyJsSipHBIM SMUTEINN XOPOIIO Pa3BUT MEXKIY HPOJOJbHBIMU psAJlaMU
3y00B (PucyHok 3.4.32 €) U COCTOMUT W3 KJIETOK C 3JIEKTPOHHO-TJIOTHOW IUTOIUIA3MOM, M300MWITyIOMEeH
pudocoMaMu, MUTOXOHAPUSIMU U BE3UKYJIaMU. ANIUKAJIbHAS YaCTh CYNpapayIspHOTO SIUTEIHSI COIEPIKUT
MHO€ECTBO LUTOIUIa3MAaTHUYECKUX BhISTYMBaHUN 1 Be3uKy1 (PucyHok 3.4.36). Knetku cynpapaayisspHOro
SIUTENHS COCIMHEHBI aAre3UBHBIMU KOHTakTamu (Pucynok 3.4.36 a).

PanynspHblii MEIIOK HNOKPBHIT TOHKHUM COE€IUHUTENBHBIM YEXJIOM, COCTOSIIIMM M3 KOJUIar€HOBOI'O
MaTpHuKca C yNTMHEHHBIMHU KJIETKAMHU M MBIIIIEYHBIMU BoJIoKHaMHU (PucyHok 3.4.37). DTOT MOKPOBHBIH CIIOM
YTOJIIIAeTCsl Ha IOPCaIbHOM CTOPOHE PaAyJIsiPHOTO MEIIKa, e MPOUCXOIUT pa3jiefieHue 0JI0HTO0IacTOB
Ha z1Be rpynnsl (Pucynok 3.4.37).

Cmpoenue u popmuposanue padyas Lophiotoma acuta

AHnaromus nepenHeit kumku L. acuta 6sima onrcana Menunckoit (2002). Xo60T cpeaHei JIMHBI
BO BTSHYTOM TOJIO’KEHUU, OJIOHTO(OP U paay sIpHBIN MEIIOK PACIOIOKEHbI cpa3y Mo3adu 3aJHEH YacTH
x000Ta cripaBa. PaiyisipHbIil MEIIIOK KOPOTKHM 10 OTHOLIEHHUIO K X000TY, COCTaBIIAET IPUMEPHO MOJIOBUHY
JUIMHBI COKPAIIEHHOTO X000Ta M PACMOIOKEH IMOJ YIJIOM K €ro MpOJOJIbHOW ocH. PamynspHbIi Menok
OTKpPBIBACTCS B OYKKAIBHYIO MOJIOCTh PSAIOM C Kene3ucThiM nuieBoaoM (Pucynok 3.4.38 a-B). SAnoBuras
JKeses3a JOBOJIBHO OOJbIlasi, OTKPhIBA€TCSA B MUIIEBOJ Cpa3y 3a paayisipHbiM MmemkoM (Pucynok 3.4.38 a,
6). K okoorioToyHoMy HEpBHOMY KOJIBIY IPUMBIKAIOT MAPHBIE CIFOHHBIE XKeJe3bl HEMPABUILHON (HOPMBI,
OTBEPCTHS TPOTOKOB CIIFOHHBIX JKEJIE3 pacrojararoTcss MexXay paaysioi u nuieoaoM (Pucynok 3.4.38 a,
0). PagynsapHbIiii anmapaT COCTOUT U3 PAIyJSIPHOTO MEIIKa U HeOOIbIIoro ogoHTodopa (okono 1/5 nmuHb
paayIbl), IPeICTaBICHHOTO MapHBIMU XpslllaMu U MycKynaTypoit (Pucynox 3.4.38). Xpsimu yriomEHHbIE,
COCTOSIT U3 OJTHOTO Psiia CWIIBHO BAaKyOJIM3UPOBaHHBIX KieTOK (PucyHok 3.4.38 e-3). CTpyKTypHO XpsLIu

cxomHbl ¢ xpsmamu C. maestratii: MaTpukc MEXay XpSIIEBbIMU KJICTKAMU TOHKHIA, @ UX OTHOCHUTEIBHO
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KPYITHBIE sJIpa PACIIONIOKECHBI B IIEHTpe WK Ha nepudepun kietok (Pucynok 3.4.39 a). Myckynarypa
onoHTO(Opa MpeAcTaBieHa TpeMs peTpakTopaMu (MapHbIMU U HEMAPHBIM) payJsibl U HEMApHON MBIIIIEH,
KoTopas coequnseT a8a xpsmia (Pucynok 3.4.38 B-1).

Panynsapnsiii Memok nocturaet anuHel 1.1-1.6 MM, pagyna cocrout u3 50—75 nonepedHsIx psaoB
3y0oB (Pucynok 3.4.40 a, 6). B pamyne MOXHO BBIIEIUTH HECKOJIBKO 30H: 30HY (POPMHUPOBAHUSA, 30HY
CO3pEBaHUs, 30HY 3pelbIX 3yOoB, pabouuii kpail u 30Hy gerpaganuu (Pucynox 3.4.40 a). 3ona
dopmupoBaHus ¢ 0l0HTOOIacTaMU U MeMOpaHoOIacTaMH pacloyiaraeTcsi B CIENOM KOHIIE paLyJIipHOTO
memika (Pucynok 3.4.40 6-1). Jlanee cnemyeT 30Ha co3peBaHus; Ha GpoTorpadusix, CACIAHHBIX C ITOMOIIBIO
COM BuzHO, 4TO O0JIEe MOJIOAbIE 3yObl HAXOATCS B 3aHEN TpeTH paayssipHoro memka (Pucynoxk 3.4.40
a). 3oHa 3penbix 3yO0B MAET 3a 30HOM cO3peBaHus, 3[IeCh PACIOaratoTcs, B COTBETCTBUHM C Ha3BaHHUEM,
3penble 3yObl. PaGoumii kpail Braércs B OyKKaJbHYIO IOJIOCTb, PACIOJIOKEH Ha MHEpeAHEeM KOHIIE
ononrodopa (Pucynok 3.4.38 e-3; 3.4.40 6, m). Pamyna mnoTtHO mpmieraer K Xpsiry OIOHTOdOpa,
cyopanynapHas memOpaHa otcyTcTByeT (Pucynok 3.4.38 e-3). 3ona nerpamammu L. acuta pacmonaraercs
noJl 00HTOOpOM. DTO 3MUTENHANbHAS CKJIaJKa, BBICTIIAHHASA CBEpXY CyOpaayssipHBIM SIUTEIHEM, K
KOTOpOMY BCE el MOXET JOBOJBHO IUIOTHO mpuierath paxnyna (Pucynox 3.4.39 6). DnurenuanbHble
KJIETKH 3aIlOJHEHBI 3JEKTPOHHO-IUIOTHOM LUTOIIa3MOM, cojAepiKaiield OOJIbIIoe KOJIHMYECTBO BE3UKYII
(Pucynoxk 3.4.39 6-B). B npocBete ckiagku nexat ctapoie 3yos! (Pucynok 3.4.39 6).

[ToniepeuHbIit psZT COCTOUT M3 ABYX KHH)KaJOBHJIHBIX MaprHHAIbHBIX 3yOOB, MPUKPEIUIEHHBIX K
cnabo pa3BUTON paayssipHoil memOpane. LleHTpanbpHble U NaTepaibHble 3yObl OTCYTCTBYIOT (PucyHOK
3.4.41 a, 6). MaprunansHbie 3yObl B payIIPHOM MEIIIKE HAMPABJICHBI BEPIIMHAMU BHU3, PUKPEIUICHBI K
memOpane ocHoBaHueM (Pucynok 3.4.41 B, ). Pagyna B pagynsapHom memike cioxena V-o6paszno (PucyHnok
3.4.41 B). 3y0OnI L. acuta MuHepanu3UpyIOTCS B alUKAIHHOW YaCTH M B JIATEPAJIBHBIX YaCTAX OCHOBAHUS
(Pucynok 3.4.41 B, 1).

3oHa QopMHUpOBaHUS paayNbl pacrlojaraeTcs B CIENOM KOHIE paayisipHoro memka (PucyHok
3.4.42 a). OgonToOnactsl y L. acuta cocToaT U3 0JHOTrO CJ0S KJIETOK, 3aHUMAIOIINX J10pCO-JIaTePATIbHOE
nonoxenne (Pucynok 3.4.42 a). Omonrobnactel Oonee uétko, yem y C. maestratii, pasaenensl Ha 1Be
MIOJIOBHHBI, JIEBYIO U npaByto (PucyHok 3.4.42 B, r). C mopcallbHON CTOPOHBI 110 MEIMAHHOW JIMHUM CJIOM
onoHtoOmactoB opmupyer cknaaky (Pucynox 3.4.42 B, 1, n, e; 3.4.43 a). MemOpaHoOmacTel MO
MOp(OJOTHH HAMOMUHAIOT OJOHTOOJIACTBI, HO WX MOXXHO HJIECHTH(GHUIMPOBATH IO BEHTPAILHOMY
MOJIOXKEHUIO B panyssipaoM menike (Pucynok 3.4.42 a, 6). OmonToOnacter L. acuta mocturarot 21 MKM B
BBICOTY U 2.8 MKM B IIUPHUHY, UMEIOT OBAJIbHBIEC s/Ipa, pacrojiararonecs B 0a3aabHOW 4acTU KIETOK
(Pucynok 3.4.43 a, 6). Kak u y C. maestratii, onoHTOOIaCTHI 00J1a1aI0T BCEMU PU3HAKAMU, XapaKTCPHBIMH

JJI1 KJIIETOK C BBICOKOM CHHTETHYCCKON aKTHBHOCTBIO: MHOTOUMCJICHHBIMU 0Oa3aiabHO PACIIOJIOKCHHBIMU
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MUTOXOHJIPUSIMH, XOPOIIO Pa3BUTHIM IIEPOXOBATHIM 3HIOIIA3MATUYECKUM pEeTUKYJTymMoM (PucyHok
3.4.44). AnukanbHas TpaHHIA KIECTOK BKIOYA€T MHOTOYHCIIEHHBIE MHKPOBHUIM C SK30I[MTO3HBIMU
Be3uKyJaMu Mexy HuMu (Pucynok 3.4.44 6) uiu Be3uKyJIbl B aTUKaIbHON YacTH HUTOIMIa3MbI (PucyHok
3.4.44 6, B). AAre3uBHbIE U CENTUPOBAHHBIE KOHTAKTHI COCTUHSIOT AlMMKAIBHBIE YacTU OJOHTOOIACTOB
(Pucynok 3.4.43 a; 3.4.45 a, 6). B HexkoTopbIx ooHTOOIacTaX OOHAPYKEHBI OazanbHbIe Tebla (PucyHnok
3.4.43 6). MemOpaHoOIacTel — KJIETKH C AJIEKTPOHHO-TUIOTHOM ITUTOTUIA3MOM, XOPOIIO Pa3BUTHIM
IIEPOXOBATBHIM HHIOMIA3MAaTHUECKUM PETUKYJIYMOM M MHOT'OYHCIIEHHBIMU aTMKAIBHBIMA MUKPOBUIIIIMU
(Pucynok 3.4.45 B). Panynsapuas memOpana L. acuta Gonee ToncTas u 3JEKTPOHHO-IJIOTHAsE B 001acTH
TpeThero psga pamayisl (Pucynok 3.4.45 r), yem B paiioHe OoJiee 3peiioil paayibl B TPEThEeM-U4€TBEPTOM
psanax (Pucynok 3.4.45 n). CyOpanyaspHbIi SIUTEINA B pailoHe co3peBaHus paayJsl L. acuta coctout u3
KJIETOK KyOuueckoi (OpMBI C 3JIEKTPOHHO-Npo3pauyHoil muromnazmoi (Pucynok 3.4.45 n). Ctpoenue
KJIETOK CyOpaayJIsipHOTO SIMUTENNs M3MEHSIETCS B 30HE 3pEibIX 3yOOB: IIUTOIUIA3Ma CTaHOBHTCS Ooiiee
3JICKTPOHHO-TIJIOTHOM M YBEIWYUBACTCA YHCIIO JIEKTPOHHO-TIPO3padHbIX Bakyousiei (Pucynok 3.4.46 a).
Tak xe kak u y C. maestratii, 3yObl MJIOTHO MNPHWJIETalOT JAPYr K APYTY B PaayJsIpHOM MEIIKE,
CyIipapaayJiipHbIi SIUTENNN HEe TPOHUKaeT Mex 1y 3yOamu (PucyHnok 3.4.42 1i; 3.4.45 6; 3.4.46 a). B 1o xe
BpeMs Cynpapaay sIpHBINA STTUTEINHA XOPOIIO Pa3BUT B 00JIACTH MEXKIY ABYMS IIPOJAOJIBHBIMU PsiiaMu 3y00B
(Pucynok 3.4.42 n). B 30He co3peBaHusi 3yOOB — 3TO KJICTKH C 3€PHHCTOW IMTOIIA3MOM, OOJIBIIUM
KOJMYECTBOM MUTOXOHAPUN U MUKPOBHJUIIMHU, KOTOPBIE TIOJIXOAT K 3peroriemy 3yOy (Pucynok 3.4.46 B).
brnmke kK TepMHHaIBLHOMY KOHILY PaAyJIspHOTO MEIIKa B IIUTOIUIa3ME MOSBISIOTCS MHOTOYHCIICHHBIE
BaKyOJIM ¥ BE3UKYJIbI pa3HOH 31eKTpoHHOM oTHOCTH (Pucynok 3.4.46 a, 6). PagynsipHblil MEIIIOK HOKPBIT
TOHKOM COEIMHUTEIBHONH 00O0JIOUKOM, KOTOpas COCTOMT M3 KOJIJIAT€HOBOIO MaTpUKca € yIIMHEHHBIMU
KJIETKAaMH ¥ MBIIIEYHBIMH BoJIoOkHaMu (Pucynok 3.4.43 B; 3.4.45 B, n).
Cmpoenue u popmuposanue padyast Conus pulicarius

Poctpym C. pulicarius ouenb [UIMHHBIA UIHHIPUYECKUA CO CKIIAAYaThIMU CTCHKAMH, OYSBHTHO
CHOCOOHBIH K JanbHeimemy yanuaenuto (Pucynok 3.4.47 6, B). Dnutenuii poctpyMa o0pa3yeT B OCHOBHOM
NpOJOJbHBIE CKIAAKU, a B 0a3aJbHOM OTJele CKJIAJKU KOHLEHTpuueckue. B mepenneir wactu Ttena
reMolesIsl pacrojaraeTcsi CHJIbHO pacIIMpeHHas MOJOCTh X000Ta (pUHXOIENb). 3aJHsAsS YacTh X00oTa
OTJieJieHa TOHKOM MYCKYJIUCTOM MeperopoaKol ¢ y3KUM OTBEPCTHUEM B LIEHTPE, OKPYKEHHBIM CPUHKTEPOM
(Pucynox 3.4.47 6). Uepe3 3TO OTBEpPCTHE BBICTYIAET TOJIBKO KOHYMK BTAHYTOro xobora. Cam X000T,
JUIMHHBIN ¢ COKpaII€HHBIMHU MBIIIEYHBIMU CTEHKaMH, CBEPHYT BHYTpHU punHxonens (Pucynok 3.4.47 6, B).
bazanbHas creHka puHXOJeymMa TOHKas. MHOTOYHCIIEHHBbIE JICHTOBUIHBIC MBIIIIBI-PETPAKTOPHI X000Ta
3aHUMAIOT OOJIBILYIO YacTh BHYTPEHHETO 00bEMa X000Ta. ByKkkanbHas Macca JIKHT 3a peernaMu Xxo0oTa

1 4ETKO HE OTJEJICHA OT nuIieBoAa. [IuimeBo MUpoKuil U yIUIOMIEHHBIN, B YaCTH, PACIIOI0KEHHON OCe
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HEPBHOI'O KoJjblla, cierka cyxeH (PucynHok 3.4.47 B). B 3amHelt yactu Tena remouens MNHILEBOJ
3HAYUTENIbHO CY>KAaeTCs M OKPYIUIIEeTCA B ceuyeHUH. bonbliyto yacTh Tejaa 3aHMMAaeT MacCUBHAsl SOBUTAs
JKejle3a ¢ KPyIHOM YIJIMHEHHOM MBILIEYHOM JIYKOBULEH, Cy>KalOLEeWcCsl Ha KOHLaX. fmoBuTas »xenes3a
o0pa3yeT MHOTOYHCIICHHBIC METIM W TMPOXOAUT dYepe3 HepBHoe Koublo (Pucynox 3.4.47 B). Ona
OTKpBIBAETCS B OYKKAJIBbHYIO IMOJIOCTh Cpa3y 3a paayJisipHbIM MEIIKOM Ha MpaBOd BEHTPaJbHOW CTOPOHE
OyKkKanbHOU Macchl. EnMHCTBEHHAs CIIIOHHAS JKese3a MajleHbKasi, OBaIbHON (POPMBI, pacrojIoKeHa ¢ JIEBOi
CTOpOHBI IIMIIEBOJA B MpEJeiiax NETeNb SI0BUTON kese3bl. [[apHble MPOTOKM CIIFOHHOM KeEJe3bl OYEHb
y3KHe, TIOYTH MPSIMbIE, OXBATHIBAIOT MUIIEBOJ] C 00EHX CTOPOH, TAKXKE ONKCaHA eIMHCTBEHHAs TpyOuaras
npuaaToyHas ciaroHHas xkenesa (Pucynok 3.4.47 B).

PanysipHBIf MEIIOK COCTOUT W3 JJIMHHOTO M KOpPOTKOro pykaBoB (PucyHok 3.4.7 a). J[nmuHHBIHA
PYKaB M30THYT MOCEPEANHE U COJACPKUT 30HY (OPMUPOBAHUS 3yOOB B ClIENIOM KOHILE. 3yObl B JUIMHHOM
pyKaBe pacrojoXeHbl B JBa IPOAOJIbHBIX pAja (T. €. IBa MAprMHAJIBHBIX 3y0a B MONEPEYHOM psy)
(Pucynox 3.4.48 06-B). Kopotkmii pykaB comepxxut 3penbie 3yOnl (Pucynox 3.4.47 a; 3.4.48 a),
OpPUEHTUPOBAHHBIE BJOJb €r0 OCH, UX BEPILHHBI HANPABIEHBl B CTOPOHY OTBEPCTHS PaIyJIIPHOTO MEIIKa
(Pucynok 3.4.48 a). Panyna cocrout u3 12-15 psanoB 3youoB. PagynspHas MemOpaHa OTCYyTCTBYET, OHAKO
KaX/Iblif 3y0 B OCHOBaHHMHM CBsi3aH ¢ nurameHToM (Pucynox 3.4.49). IlockonbKy pagyisipHO MeMOpaHbI
HET, TO OIPEJEIUTD 10PCaTbHYIO U BEHTPAJIBHYIO CTOPOHBI MOKHO TOJIBKO 10 aHAJIOTUHU C IPYTUMH BUJAMU
KOHoUJIeH. 3penblil 3y0 npeacTapiseT co00M XUTHUHOBYIO IIACTHHKY, KOTOpask IBaX /bl CBEPHYTa B KOHYC
TaKuM 00pa3oM, 9YTO BHYTpH OCTAETCs KaHal. 3yObl OJIMHAKOBOTO pa3Mepa, JJIMHON OKoJio 450-455 MKwM.
Jnuna nuramenrta coctasisier 100-120 mxm (PucyHok 3.4.49 a, 6). 3yObl UMEIOT O/IHY 3a3yOpUHY Ha
BEpILMHE U 3yOUnKHU 110 BHyTpeHHeMY Kpato (Pucynok 3.4.49 6). Buemnuit o6opot 3y0a 3akaHunBaeTcs y
ocHoBaHwus mmopoit (Pucynok 3.4.490).

PanynspHblii MEIIOK MOKPBIT COETUHUTENIBHON 000JI0UKOM, KOTOpas pacHIMpSETCs B OMOPHYIO
CTPYKTYpY Ha BEHTPAJIbHOW cTOpoHEe M3rubda JummHHOoro pykasa (Pucynok 3.4.48 a). HoBble 3yObl Msrkue,
Kak 310 xopoio BugHo Ha COM (Pucynok 3.4.48 a). [lepBuunslii 3y0 npecTapisieT co00i HECBEPHYTYIO
IUTACTUHKY, KOphIToOOpa3Hyto B nonepeduHoMm ceueHun (Pucynok 3.4.49 6, B). [lo Mepe npoaBrkeHus K
BBIXOJy M3 paayJiipHOrO Melika 3y0 CBOpayMBaeTCs U yNpPOUHsETCs, HauuHas ¢ ocHoBaHus (PucyHok
3.4.49 e, x, k, m). CteHka 3yba dopMupyercss 4yTh Ooiiee 4eMm 3a JBa 000poTa, 00pa3yst TPEXCIOUHYIO
KOHUYECKYI0 cTpYKTypy (Pucynok 3.4.49 x, x). Teopernduecku Takas 3aKpydyeHHas CTPYKTypa MOXKET
dbopMupoBaThCsA ABYMs MyTSAMHU: 3aKpyuMBaHUE YK€ CHOPMHUPOBAHHOM IUIACTUHKM WJIM HapalllBaHHe
000pOTOB 10 Mepe co3peBanus 3y0a. [[s BeisscHeHus myTu GopMupoBaHus 3y0a ObUTH CIeTaHbl IPOMEPHI
JUITMHBI CTEHKH 3y0a Ha MOMNEepPEYHbIX cpe3ax Y 3y00B pa3HOM CTENEeHU 3peI0CTH. DTH U3MEPEHUS MTOKa3alH,

YTO y BHOBH C(HOPMHUPOBAHHOTO 3y0a JITMHA IMONIEPEYHOT0 CCUSHUS Ha BCEM MPOTSHKCHHUH TaKasl ke, KaK 1
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y TIOJIHOCTHIO C(OPMHPOBAHHBIX 3y0OB (Tabmmia 1), ¥ TMO3BOIMIM MPEINOJIOKHUTh, YTO BCE BEIIECTBO
CTEHKH 3y0a CEeKpeTHpYeTCsl OJJ0HTOOJIacTaMu, a 110 Mepe MPOJBUKEHUS BAOJb PALyJISIPHOTO Melka 3y0

3aKpYUUBACTCA.

Tabruya 1. Ilpomepsl AIMHBI MONEPEUHOIO CEUSHUs 3yO0B pa3HOW CTENEHM 3pPEJIOCTU Ha Pa3HBIX

y4acTKax.
Mecmo uzmepenus Hoeuvtii neswtii Bmopoii nesvtii | Hoswtii npaswtii 3y6, | Bmopoii npasutii 3y0,
3y0, MKM 3y6, MKM MKM MKM
Anukanvnas uacme 84,669 89,838 76,157 79,828
3yba
CpeoHnsist wacmo 3y6a 172,977 176,973 171,586 170,735
Ocnosanue 3y6a 137,993 132,424 130,495 127,631

Crenenb 3penoctu 3y00B MOKHO OIPENIEIUTh 110 UX LBETY Ha FMCTOJIOTHYECKUX cpe3ax. Ha cpesax
HOBOOOpa3zoBaHHBIC 3yObI cBeTIO-TONyObIe (PrcyHOK 3.4.50 6, B), 4aCTHYHO CO3pPEBIINE — TEMHO-CHHUE
(Pucynok 3.3.50), a mosnHOCTRIO chpopMupoBaBimecs — mnpo3paunbie (Pucynok 3.4.50 e-3). CormacHo
JTAHHBIM IO YJIBTPATOHKOMY CTPOCHHIO, HOBOOOPA30BaHHbIE 3yObl CpeHEH 3JIEKTPOHHOM MPO3PavyHOCTH U
COCTOSIT M3 XaOTUYHO OPUEHTUPOBAHHBIX PHIXJIBIX BOJOKOH (Pucynok 3.4.51 a-r). [lo mepe co3peBaHus
MmaTpukc ymiotHsercss (Pucynok 3.4.51 n-e). BHyTpeHHss 1monocTh 3y0OB BTOPOIO U TPETHETO PSJOB
3amoJIHeHa OECCTPYKTYPHBIM 3JIEKTPOHHO-TIPO3pauyHbIiM MaTpukcoMm (Pucynok 3.4.51 a). 3y0w1 ¢ 3-TO 10
17-i1 m 18-t psager comepxat xuBble kKieTku (PucyHok 3.4.51 k). B 3yObl BTOpOTO psima 3axojsT
[IUTOIJIA3MATHYECKIE BBITITYMBAHUS MKy o0opotamu 3y6a (Pucynok 3.4.51 x). 3penbie 3yObI comepxat
pa3pyIlIeHHBIE KIETKH WM 3all0JHEHBI OECCTPYKTYPHBIM 3JIEKTPOHHO-TIPO3PAaYHBIM MaTpuKcoM (PucyHok
3.4.51 m).

3oHa opMupoBaHMs 3y00B BKIIIOUAET JABE JIaTepalibHbIe TPpyIbl 0oHTo0IacTOB (PrcyHok 3.4.50
a). Jlmuna stoit 30HBI 450-470 MKM (COOTBETCTBYET JuTHHE 3y0a). O0HTOOIACTHI 00Pa3YIOT MOMYKPYTJIbIC
30HBI ¢ TIOJ0CThIO BHYTpH (Pucynok 3.4.52 a; 3.4.53 a). BHyTpeHHHEe OOKOBBIE YacTH 3TUX 30H 00pa3yroT
CKJIQJIKY, Pa3JISIISFOIIY IO IBE TPYIIIBI 0JJ0HTOOMacTOB (PucyHOK 3.4.52 a; 3.4.53 a). ®opmupyromiuecs 3yOb
pacrnojiaraioTcsi Ha rpaHulie MKy OJIOHTOOJIacTaMU U MOJ0CThI0. OIOHTOONIACTHI MPEICTABISAIOT COO0M
BBITSHYTBhIC KJIETKH JUIMHOW 17-18 mMxkM wm mmpunoit 1.7-2.2 Mxm. OHM 00Jaar0T BCEeMH MNpHU3HAKAMH
CEKPETOPHBIX KIETOK: MHOTOYHMCICHHBIMA MHUTOXOHAPUSMU B 0a3albHOW YACTH U XOPOIIO Pa3BUTHIM
[IEPOXOBAaTBIM  SHAOIUIA3MAaTHUYECKUM PETUKYJIyMOM u ammapatoM [onbmku. ToHodmmamMeHTs

MIPOCTUPAIOTCSI OT OCHOBAHUS K allMKaJIbHOW YacTH KiIeToK (PucyHok 3.4.52 k). AnukaibHasi 4acTh MOXKET
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HECTH HEMHOTOYMCIIeHHbIE MUKPOBWLIH (PrucyHok 3.4.52 1, €), kpynHble Bakyonu (Pucynok 3.4.52 r) unmn
UTOIUIa3MaTH4Yeckue BoimssunBanus (Pucynok 3.4.52 B). OmoHTOOaCTHI COSTUHEHBI B alTUKAILHON YacTH
aJre3UBHBIMU U CENITUPOBAHHBIMU KOHTakTaMu (Pucynok 3.4.52 B, r). ba3anbHbIX Tenel B 010HTOOIacTax
oOHapy»xkeHo He Obi10. KiteTkn, o0pa3yromue TuraMeHT 3y0a, IoX0XHu Ha OJOHTOOIACTHI U PACIIONIararoTCs
OJInKe K 30HE CO3pEBaHUSI.

CynpapaayssipHblil SOUTENUN pacrnojaraercsi ¢ J0pCajbHOM CTOPOHBI PAIyJIIPHOTO MEIKa,
3aXOJUT MEXIY psilaMH 3y0OB, MOKPBIBAET 3yObl CBEPXY M 3aXOAMT MEXIy oboporamu 3y00B (PucyHok
3.4.53 0). Ha HexoTOpBIX cpe3ax KJIETKU CYNpapaayIsipHOrO SMUTENHS BBITJIAIAT MOBPEKIEHHBIMU U
COJIeprKaT KpYyIHbIE AIEKTPOHHO-TUIOTHBIE BaKyOJIH uameTpoM 2-4 MkM. [1og00HbIe BaKy 011 BCTpeYaroTCst
1 BHYTpH 3y00B (Pucynok 3.4.53 r). CyOpaaysspHbIi STIUTENHIA pacrosaraeTcsi Ha BEHTPaJIbHOU CTOPOHE
panymsipaoro Memika (Pucynok 3.4.53 a). Knetku cyOpamynspHOro snuTenus ObIBAIOT pa3sHON (OPMBL.
Cpa3zy nocne 30HbI (pOopMHUpPOBaHUS OHH MO (pOpME HAMIOMUHAIOT OJOHTOOIACTHI, HO COJIEPIKAT TOJICTHIC
Ny4ykd TOHO(uIaMeHTOB M KpymnHble Bakyonu (Pucynok 3.4.53 a, 6). ToHodunameHTsl KpemsTcs K
0azanpHOM MUIacTUHKE moiyaecMocomamu (PucyHok 3.4.54 B). Llutorazma coaepKUT OBaJIbHBIC Spa B
0a3anbHON 00JACTH KIETOK, TSKU TOHO(PHIAMEHTOB M MHOTOUHCIICHHBIE ANEKTPOHHO-TUIOTHBIE TPAHYJIbL.
MuxkpoBmwin Betpedatorcs: peaxo (Pucynok 3.4.53 0). Anre3wBHblE M CENTHPOBAHHBIE KOHTAKTHI
COEJIMHSIOT KJIIETKH B allMKaJIbHOU YacTu. HeMHOrounciaeHHble MUKPOBWIIIIM OTXOJIAT OT allUKaIbHOW YacTH
kieTok (Pucynok 3.4.54 6).

PanynsipHbIil MEIIOK TOKPBIT COEIUMHUTEIBHOTKAHHOM 000J04YK0i1, KOTOpas COCTOUT U3 aMOP(HBIX
KOJUIAr€HOBBIX BOJIOKOH W MBIIIEUHBIX BOJOKOH, OPHUEHTHUPOBAHHBIX B IOMNEPEYHOM U MPOJOJIHHOM
HanpasieHusx (Pucynok 3.4.55 a). OmopHas CTpyKTypa BBICTYHNAeT B KaueCTBE JIOMOJIHHUTEIbHOU
MO/JICPKKU B 30HE (popMUpOBaHUsI HOBBIX 3y0OB. 1o cyTH, 3T0 pazpocumieecs MpoaoIKEHHE 000TOUKH,
KOTOPOE TaK)Ke€ COCTOMUT U3 MBIIIEYHBIX U KOJIAreHOBBIX BOJIOKOH (PucyHok 3.4.55 0).

Cmpoenue u pazeumue 210mounozo éoopyxcernus Buccinum undatum

Pamyna Buccinum undatum cTeHOTIIOCCHOTO THIIA, COCTOMT U3 HIMPOKOTO HEHTPAIBHOTO 3y0a ¢ 6-
7-10 3yOmamMu W JABYX JaTEPAIbHBIX C IIMPOKUM OCHOBaHMEeM M 3yoOmamu. OawH Oombinoi 3yberr
JaTepaibHOrO 3y0a pacrosiaraercss Ha BHEIIHEM Kpae, Tpu 3yOlla MOMEHbIE PacMoOKEHBbl OJIKe K
neHTpaibHoMy 3yOy (Pucynok 3.4.56 6). Cnemnoil KoHel paayaspHOrO MeEIIKa, TJIe pacroiaraeTcs 30Ha
(dopMupoBaHUsl paaylibl, HEMHOTO paCIIUpPSETCs, HO IO HIMPUHE TNPAKTHYECKH TaKOH ke, KaK |
pamyispHblii Memok Ha BcéM mnpotsbkeHun (Pucynox 3.4.56 B). Hemonmumepu3oBaHHBIH XWUTUH
0OHapyKUBAETCS TOJIBKO Ha TPEeTheM psiay oT 30HBI hopmupoBanus (Pucynok 3.4.56 r). OnoHTOOMACTHI
PaCIONIOKEHBI JIATEPaIbHO U TEPMUHAIBLHO B ciienioM KoHIe (Pucynok 3.4.56 x). ['pynma ogoHT001aCcTOB,

PacIIoIOKEHHBIX JIATEpaTbHO, (POPMHUPYET JIaTepaIbHBIC 3yObl, MEIMAaHHAS TPYTINa — HEHTPAIBHBIN 3Y0.
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CymnpapaayssipHBIA STUTENUH JeNaeT CKIaIKy BO BHYTPEHHEHW YacTH palysIipHOTO MEIIKa TakK, YTOOBI
npwierath K 3yoam panynsl (Pucynok 3.4.56 m). MHOTOYHCIICHHBIC AEISANIMECS KIECTKUA PacIoararoTcs B
CympapaaylIspHOM SIMUTENUU BIOJb JaTepaibHoro 3y0a (Pucynok 3.4.56 e). PanynspHblil MEIIOK TOKPHIT
COCTMHUTEIILHOTKAHHOM 000JI0UKOM, KOTOpast TAK)Ke 3aXOAUT BO BHYTPEHHIOO YACTh PAAYJISIPHOTO MEIIIKa,
pasnensis ero Ha e nmoioBuHbI (Pucynok 3.4.56 n).

Passutue B. undatum nemmrtotpodroe B kiamke. Camku B. undatum c cepeauHbl HIOHS
OTKJIAJBIBAIOT KPYIHBIC OAIIEHKOBUIHBIC KJIaJKH HA TPAHUIIE TUTOPAIH U BEpXHEN cyOnuTopanu, 0ObI9HO
B 30HE OypbIX Bogopocieit. Kaxmoe siio okpy)eHO WHANBUAYATBHON KOXKHCTON 00070uKkoi. B omHOIM
KJIaJIKe HAaXOIATCS JIMYMHKH Ha Pa3HBIX CTaausxX pa3ButTHs. MccnemoBaHus MOPQOJIOTHH TIOTOYHOTO
BOOPY’KEHHUS JIMUYMHOK Ha Pa3HbIX CTaaUsAX IMOKa3alld, 4TO panayyia (GOpMUPYETCs Ha CTaJuU MO3IHEro
MOCTTOPCHUOHHOTO BEJIUTePa C MPO3PAUYHBIM IPOTOKOHXOM M XOPOIIIO PA3BUTHIMU F'OJIOBHBIMU LTyTATbIIAMHU
¢ rnazamu (Pucynok 3.4.57 a). B manTuiinoi nonoctu pacnosiaraercst Kpynublii kreuuauii (Pucynok 3.4.57
B, I). [InmeBapuTenbHasi cCUCTeMa COCTOUT U3 TIEPEeAHEH, cpeaneit u 3aanen kuuiku (Pucynok 3.4.57 r-x).
Hebomb1ioe poTroBoe 0TBEpCTHE HA TOJIOBE OTKPHIBAETCS BEHTPAIbHO, BEAET B HEOONBIUIYIO OyKKaIbHYIO
MOJIOCTh, OT BEHTPATBHON CTOPOHBI KOTOPOU OTXOAUT PaAyJISIPHBIA MEIIOK C COMYyTCTBYIOIIUMU TKAHSIMHU,
dopmupyromumu Oy aymmii Xo000T. [lepennuii koHel x0b60Ta coeMHEH ¢ OYKKAIBHOM MoJIoCcThio (PucyHOK
3.4.58 x). PagynspHblii MENIOK MpeACTaBIIAeT COOOM CKIAAKY SMUTENHS U COIEpKUT panyny (PucyHok
3.4.57 1 B, ). OHa cOCTOUT U3 TPEX 3yOOB U 1O KOHPUTYPAITUX HATTOMUHAET PaTyJTy MOJIOBO3PEIIBIX 0COOCH
(Pucynok 3.4.57 6). 3oHa dopmupoBaHHs paayibl 00pa3oBaHa CXOKHMH IO CBOed Mopdoiorun
HEMHOTOUYMCIICHHBIMU c1a00 nuddepernmrpoBanHbpiMu kieTkamu (Pucynok 3.4.57 B). B cynpapaaynsipaom
AMUTENUU pacronaratorcs aensmuecs kiuetku (Pucynok 3.4.57 B). OHTOreHeTnueckue npeoOpa3zoBaHUs
payJIbl ¥ TUCTOJIOTHYECKOTO CTPOSHHSI 30HBI ()OPMHUPOBAHUS TNINHOYHOHN U B3POCIION paTyJl OTOOPaKEHBI
Ha pucyHke 3.4.58.

Cmpoenue u pazeumue 2nomounozo éoopyxycenus Admete viridula (Fabricius, 1780)

Admete viridula — 510 HEOOIBIION MOJUIIOCK C JJIMHHBIM TOHKHM XO000TOM, JIMIIEHHEBIH BO
B3pOCJIOM COCTOSIHUM pajayibl. [JI0TOUYHOE BOOpY)KEHHE IMPEJICTAaBICHO NapHON pacHIMpEeHHOW B
MPOKCUMAJIbHOW YacTH YENIOCThIO, KOTOpas CIMBAaeTCsl B TPyOOUKy Ha OOJbIIEM CBOEM HPOTSIKEHHUU
(Pucynok 3.4.59 r, n, e). [lutanue Admete viridula Heu3zBecTHO, BeposiTHEE BCEro 3TOT BUJ MHUTACTCS
KUJIKUMU WITU TTOJTY KUJIKHUME TKaHSIMH JAPYTHUX )KUBOTHBIX, a YEITFOCTH CIYIKHUT JIJIsl TPOKATBIBAHUS MSTKHX
TKaHEH.

Knagku agmer mpo3pauHbie KOXUCThIE, ¢ OByMms kuisimu (Pucynok 3.4.59 x-3). IlosBrsrorcs,
HauyMHas C CEPEIMHBI UIOJIS, Ha BEPXYIIKaX JOMHKOB aHHenu bl Pectinaria hyperborea, oburatomieii B Tom

ke OuoTome. B oHOM Ki1ajke MOTYT HAXOIUTHCS OT JABYX JIO IECTH JUYMHOK. biaromgaps nmpo3pauyHocTH
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MOYKHO HaOJIOaTh 3a TNYMHKAMH, HE BRITACKHBASI MX U3 KJIQJOK. JIMUMHKN OYSHb HEeXKHBIE, C TPO3PAYHBIMU
rOJIOBOM M HOTOM. biiMyke K MOMEHTY BBIXOJIa JIMYMHOK MEXIY KWJISAMHU Ha JOPCATbHOM CTOPOHE KIIAJIKU
NOSIBIISIETCS  OBallbHOEe oOTBepcTue (pucyHok 3.4.59 3). Jlns wusyueHus (GoOpMHUpPOBAHUS TIOTOYHOTO
BOOPY’KEHUS ObLTH BBIAETICHBI HECKOJIBKO CTaMi BelIUrepoB. BeiOOp 0CHOBBIBaJICS, IITaBHBIM 00pa3oM, Ha
Pa3BUTHUU TPOTOKOHXA, MEYEHH M TOJIOBHBIX MPHUAATKOB. [1OCKOJIbKY MONBITKM OKpPAacUTh TJIOTOYHOE
BOOPY’KEHUE KpacHUTeleM, MapKUPYIOIIMM HETOJIMMEPU30BaHHBIA XUTHH, HE MPUHECIU PE3yJIbTaTOB, TO
ObUIM M3TOTOBJICHBI CEPUU IMOJYTOHKUX CPE30B YETHIPEX JIMUMHOK, [0 KOTOPHIM CAETaHbl TPEXMEpHBIE
MOJIETIH.

AHanu3 MOJyYEeHHBIX JaHHBIX MOKa3aJl, YTO POTOBOE OTBEPCTUE 3aKJIAJbIBACTCS JIOBOJBHO PaHO,
ené Ha craguu TpoxodopHoH muunHKU. Ha cramum npetopcuonHoro Benurepa (Pucynok 3.4.60 a) ecthb
nepeHss KUK, KOTOpas HAUMHACTCS IUPOKUM PECHUYHBIM POTOBBIM oTBepcTHEeM (Pucynok 3.4.60 6, 1)
U Jlajiee BIAJAET B MUILEBAPUTEIBHYIO JKeIe3y. 3aHsAsd KULIKA TaK)Ke HAUMHAETCS OT MUILEBAPUTEIbHOU
JKele3bl, a OTKpbIBaeTCsi B MaHTHiHyt0 mnonocts cieBa (Pucynokx 3.4.60 0). Hukakux npusHakoB
paayJsSIpHOTO MeEIIKa WM YEIIOCTHBIX O0pa3oBaHMU Ha JTOM cTaauud OOHApy»XeHOo He Obuio. Y
MOCTTOPCUOHHOTO BEJIUrepa 3aJHsAsl KUILKA YIJIMHIETCS, MEPEAHUI OTAeN UMEeT MHBArMHALMIO HAa TOM
MecTe, TJe 3aKiIaJblBacTCs padyJIIpHBIM MemoK y aApyrux mosuttockoB (Pucynok 3.4.60 B, x). Ha srtoit
CTa/INY TaKKe HUKAKUX MPU3HAKOB (hOpMHUPOBaHUS padysibl HE OOHAPYKEHO.

[To3auuii Benurep — 93TO JUYMHKA ¢ Oojiee OOBI3BECTBIEHHBIM IMPOTOKOHXOM, Ha pPaKOBHUHE
obHapyxuBatotcs péopa (Pucynok 3.4.61 a-0). Tkanu Takke Oosee TUIOTHBIC, HA TOJIOBHBIX IIyMabIIax B
OCHOBaHUHU XOpOIIO BUIHBI 4€pHble rna3a (Pucynok 3.4.61 6, B). Ha »Toli cTaguu mumieBapuTenbHAS
CHUCTEMa XOpOIIO pa3BUTa M COCTOUT M3 MEpeaHeH, cpeiaHeil u 3aaHeil yacteil (pucyHok 3.4.61 B-n).
[Iupokoe poToBOE OTBEPCTHE BEAET B OYKKAJIBbHYIO MTOJIOCTh, HA BEHTPAIbHON CTOPOHE KOTOPOW HaXOIUTCS
nHBarnHanus (Pucynok 3.4.61 a). DTa WHBarMHAIMs SMUTETUATBHON MTPUPOIBI, HO KJIETKH CYIIECTBEHHO
OTIUYAIOTCS 110 TUCTOJIOTUH OT BBICTHJIKH MOJOCTH (00Jiee BBICOKKE, C OBATBHBIMU siipamu). [1o ananoruu
C pa3BUTHEM JPYTUX HEOTacTPOIOJ MOXHO MPEANOIOKUTh, YTO 3TO 3a4aTOK X000Ta, KOTOPBIA BCE emé
COEJIMHEH C MEePEeHUM OTAEJIOM KUIIKH. HUKakuX mpu3HaKOB paLyJibl UM YETIOCTH Ha 3TOM CTaINK TOXE
HeT (Pucynok 3.4.62 0, B).

FOBeHunbHas 0co0b Mepes BBIXOAOM U3 KIIaJKM UMEET JI0BOJBHO IJIOTHYIO PAKOBHUHY C péOpamu
(Pucynok 3.4.63 a, 6). I3y4eHne rucTOIOTHUECKOT0 CTPOSHHS Ha 3TOW CTa/IMU MOKa3aJlo, YTO X000T yKe
xopoio pa3But. [lo 60okam B Hero BmajgaroT napHble ciatoHHBIE kene3bl (Pucynok 3.4.63 B, r). YentocTh
OTCIIC)KMBACTCS M COCTOUT U3 JIBYX YaCTEH: pacIIUPEHHON MPOKCUMAIBHOM U TUCTAIIbHOI B BIIE TPYyOOUKH
(Pucynok 3.4.63 n-¢). Hukakux mpu3HaKoB paayJibl WK 3a4aTKa paayJIspHOTro Melka HeT. Takum oOpazom,

MOYKHO 3aKJIFOYHTh, YTO Pajysia He 3aKjaasiBaeTcs B oHTOreHe3e A. viridula.
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Oo6cy:xnenue
3axonomeprocmu popmuposanus padyrer Neogastropoda

Oomast Mmopdoorust paxyisl y u3ydeHHbIX BugoB Conoidea u3 tpéx pasusix cemericts (Drilliidae,
Turridae u Conidae) cunpHO OTIMYaeTcs APYr OT Apyra. TeM HE MeHee MOXHO BBIICIUTH OOIIHE
3aKOHOMEPHOCTH THCTOTEHe3a y H3y4YeHHbIX BHIOB: 1) IlomoxkeHme 0mOHTOOJIACTOB, 00OpPa3yOMINX
MapruHajbHble 3yObl, BHE 3aBUCUMOCTHU OT MOP(}OJIOruH 3yOOB M KOJIMYECTBA UX B psiy, oauHaKoBoe. s
MapruHajJbHBIX 3y0OB BcCeX TPEX BHUAOB XapaKTEpHO JIOPCO-JIATEPabHOE PACIHOJIOKEHHUE TPYIII
OJIOHTOOJIACTOB, KOTOpPBHIC BBITATHBAIOTCS BIOJb PAAYJSIPHOTO MEIIKa TakuM o0pa3oM, dYTo
dopmupyroIIHUiics 3y0 pacnojokKeH He BEPTHKAIBHO, a TOPU30HTAIBHO HITH 10T HEOOJIBIIUM YIJIOM B 30HE
¢dopmupoBanus. Takoe nosjoxeHue 3y06a U 0JJOHTOOIACTOB OTJIMYAETCS OT TOrO, YTO HAOIIONANOCH MPHU
dbopmupoBaHUHU 3y00B TEHHOTJIOCCHOU U qokorioccHoi paayi (Kerth, 1973, 1983; Mackenstedt, Markel,
1987; Mischor, Markel, 1984; Peters, 1979; Wiesel, Peters, 1978), u BeposiTHee BCEro CBA3aHO C
YIJMHEHUEM W YBEJIIMYCHHUEM pa3Mepa MapruHaIbHBIX 3yO0B. JIBe TPYIIBI OJJOHTOOJIACTOB, KaKIas U3
KOTOPBIX 00pa3yeT COOTBETCTBYIOIINN MapruHalIbHbIN 3y0, pa3eeHbl COSUHUTEIbHOTKAHHOM CKIIaIKOM.
2) Pasmep, ¢opMa U BeaMUMHA OJIOHTOOJIACTOB, OOPA3YIONIUX MAPTHHAIBHBIA 3y0, CXOMIHBI ¥ BCEX TPEX
ucciae0BaHHbIX BUoB Conoidea, 1 MOXHO HPEAINOI0KUTh, YTO TH MapaMeTpbl OJUHAKOBBI I BCEil
rpymmsbl. 3) MeMOpaHOOIaCThl pacmoaraloTcsl cpasdy 3a OJOHTOOIACTAMH M IIOXO OTIMYAIOTCS OT HUX
Jlake Ha yJIbTPACTPYKTYpHOM YPOBHE, UTO TakXke ObLJIO OTMEUEHO Ul Beturactponoi. 4) MemOpana
panyisl V-o0pa3Has Ha TIONEPEYHOM Ccpe3e B paAy SIPHOM MEIIKE, @ MapTUHAIbHBIE 3yObl pacioiararTcs
BEpXYIIKaMH BHH3 U 00OpaIlleHbl K BEHTPAJIbHON CTOpOHE pamaysspHoro memika. Xots y Conus pulicarius
HET OTYETIINBOW Pajy IApHON MeMOpaHbI, MOJIOKeHHE 3y0OB CXOMHO ¢ TakoBbIM y Lophiotoma acuta, y
KOTOPBIX panyisipHas MeMOpaHa ecTh. TO €CTh TaKoe MOJIOKEHNUE KPYIHBIX BBITSHYTHIX MaprUHAIBHBIX
3y0OB XapaKTepHO JUISI TOKCOTJIOCCHOM payJibl, IIOCKOJBKY, BEPOSATHO, SBJSIETCS HanOO0JIee KOMITAKTHBIM.
5) IepBuuHbIi 3y0 MOKET (OPMUPOBATHCS MM MUKPOBWILISIMH, Kak y Clavus maestratii u L. acuta, wiu
CMEIIaHHON (MEPOKPHHOBOM M MHKPOBHILUIApHOM) cekpermeii, kak y C. pulicarius. Orinume THIa
CEKPELIMU MOXET OBITh CBSA3aHO C pa3HBIMU dTallaMu CUHTE3a 3y0a MM pa3HbIMU (pa3aMy CHHTETUYECKOH
aKTUBHOCTH OJI0HTOOMAcCTA.

JlocToBepHBIE pa3Uuus MEXKIy MCCICIOBAaHHBIMUA BHIAMH OOHAPYKEHBI B TOHKOW MOP(OIIOTHH
cyOpamyasipHOTO SmuTenus BOAM3M 30HBI GopmupoBanus. Y C. pulicarius xieTtku comepar MOIIHBIE
IYYKH TOHO(QUIAMEHTOB; KJIETKH CyOpamynsipHoro snurenust C. maestratii comepxar KpynHble BaKyOJH,
Torma kak y L. acuta xietku mnpomMexyTodHOi Mopdonoruu 06e3 TOHO(PHIAMEHTOB. Y KpPETUIEHHBINA

cyopanynspubiil snutenuii y C. pulicarius, BeposTHO, IpUHUMAET yyacTHe B 3aKpy4HMBaHHUHU 3y0OB, TOT/Ia
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kak y Clavus cuibHO BaKyOJIM3MPOBAHHBIC KJIETKH C TOJCTHIMH CTEHKAMH BBITIOJIHSIOT, CKOpPEE BCETrO,
(GYHKIHIO TIOIEPIKKU PAIyIsIpPHON MeMOpaHBI.

Tak ke KaKk W y JOPYTHX TacTPOIOJ, PaayJIAPHBI MEIIOK TOKPBIT COEAMHUTEILHOTKAHHOW
obonoukoit. ¥ Clavus u Lophiotoma obGosouka He pa3pactaercsi B ONOPHYIO CTPYKTYpy, kKak y Conus.
BepositHo, y Conus paspocmasicsi COeAMHUTENIFHOTKaHHAs TOJ/ICPKUBAIONIAast CTPYKTypa yYacTBYeT B
3aKpYYMBaHHUU TUIACTHHKH MaprHHAIBHOTO 3y0a. CymnpapaayssspHbIi SIUTEINH y UCCIICTOBAaHHBIX BUIOB
3aXOJUT MEXy 3y0amMH TOJIBKO PsAZIOM C 30HOH (popmMupoBaHusi. Bo BcéM ocTanbHOM paaysIipHOM MEIIKe
MapruHajIbHbIe 3yObl IUIOTHO MPHUJIETAIOT APYT K APYTY, HE OCTABIISASA MecTa sl snuTenus. Psmom ¢ 30H0#
dbopmupoBaHus KIeTKH cympapaayispHoro osourenaws Clavus u  Lophiotoma mnpumbikalor K
dopmupyrOmUMCcs 3y0aM U TPOSIBISIOT CUHTETUYECKYI0 aKTHBHOCTB, YTO MOXKET CBHJIETCIBCTBOBAThH O
npoliecce MUHEpanu3auuu. MuHepain3anuss MapruHajdbHbIX 3yOOB HAUMHACTCS C AMUKAJIBHOW YacTH U
nepeanero kpas 3yoa (Kantor, Taylor, 2000). YuukanbHbiM npusHakoM cemeiicTBa Conoidea ssisiercs
UCTIOJIb30BaHUE OTIEIIbHBIX MaprHHAIBHBIX 3yOOB Ha KOHUMKE X000Ta JJIsl MPOKAJIBIBAHUS U OTPABICHUS
no0erun. Buaer Conus u gpyrue Conoidea ¢ Takumu 3yOliamu, JHIIEHHBIMA OJOHTO(OpPA, COXPAHSIOT
HOJHOCTBIO C(HOPMHUPOBAHHBIE, MHOT'/IA PBIXJIbIE, HHOT 1A IPUKPEIUIEHHBIE K Py IUMEHTAPHOM paayIsipHON
MeMOpaHe, 3yOIbl B KOPOTKOM pykaBe paayiisipaoro memka (Kanrop, Ceicoe, 1990; Taylor et al., 1993).
OTO MO3BOJISIET UMETH 3arac FOTOBBIX K (PYHKIIMOHUPOBaHUIO 3y00B. IIpaMbIx HabmoaeHUI 3a 0XOTOH U
HarmagenueM Conoidea ¢ 0m0HTOGOPOM W XOpOILIO Pa3BUTOW pPaay/SIPHONH MeMOpaHO#l TMoKa HeT.
AHAJIOTUYHOE HCIONb30BaHWE 3yOOB Ha KOHYMKE X000Ta OBUIO TOATBEPXKICHO TOJBKO IO
THCTOJIOTHYECKUM CPe3aM OTAEIbHOTO 3y0a, 3aXBaYeHHOT0 Ha KOHYMKE X000Ta CrIeUaIbHBIM C(OUHKTEPOM
oykkansHOU TpyOku (Kantor, Taylor, 1991; Kantor, Puillandre, 2012). BepositHo, MapruHaibHbie 3yObl
pamyIiel ¢ MeMOpaHO# MOTYT OTPBIBATHCS OT PaAyJIIPHONH MEMOpPaHBI B 30HE JIETPalalliy U TIepeMeTaThCs
Ha KOHYHK X000Ta JIIsl MPOKAaJIBIBAHUSI KEPTBBI.

JlonomHUTeNbHO, MOMHMO (OPMHUPOBAHUS pPaTysbl TPEX BHUIOB KOHOHMJEH, OBUIO H3Yy4EHO
THCTOJIOTUYECKOE CTpPOSHHE 30HBI (OPMHUPOBAHMS CTEHOTJIOCCHOW pamynel  Buccinum undatum.
Pacrionoxxenne omoHToOmacToB B. undatum cxoske ¢ TaKOBBIM y JPYTHX TacTpOINOJ, B OTJIMYHE OT
KoHouIeH. ['pymnma o0HTOOIACTOB, (OPMHUPYIOIIUX JaTepalbHbIe 3yObl, pacroyiaraercsi B JaTepaabHON
4acTH 30HbI (POPMHUPOBAHUS, a OJOHTOOJACTHI LIEHTPAJIbHOTO 3y0a — C BEHTPAJbHOW CTOPOHBI
pamyJIIpHOTO MEIIKa, YTO MOXET CBHUJETEIhCTBOBATH B IOJIb3Y TOTO, YTO Takas CIEUU(UKAIMS 30HBI
(dbopMHEpOBaHUST KOHOMIEH BO3HUKIIA MPH MEPEX0/e K TOKCOTIOCCHON pajaylie ¢ KPYIMHBIMA M JUTMHHBIMHU

MapruHaJIbHbIMU 3Y68.MI/I.
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Dopmuposanue 210MOYHO20 BOOPYHCEHUS 8 OHMO2EHe3e

B pesynbrare paboThl OBLIO HCCIEAOBAHO pPAa3BUTHE TJOTOYHOIO BOOPY)KEHHUS [IBYX BHUIOB
HEOTacCTPOIo] C JICHMTOTPOGHBIM pa3BUTHEM B Kiaake. Buccinum undatum passuBaercst B Kiaake
ACHHXPOHHO, YTO TO3BOJIIET M3YYHUTh OCOOEW Ha pa3HBIX CTAaUsIX Pa3BUTHS M3 OJHOM Kiamku. Pamyma
3aKiaJipIBaeTcs B OyKKaibHOM Macce X000Ta Ha CTaJuM MO3JHETO Besurepa. Xo00T, Kak U y APYyTUX BUJIOB
HEOTacTpPOIO/l, Pa3BUBAETCSA M3 BEHTPAIbHON MHBAarMHAIMM BEHTPAJIbHON CTEHKU JIMYMHOYHOU MepeaHeit
kumku (Page, 2000). Otcneauts, NpopeIBaeTCs I XOOOT BHE JIMYMHOYHOTO POTOBOTO OTBEPCTHS, HE
YAAIIOCh.

JlvauHouHas pamyna B. undatum ummeer B3pociyro KOHGUIypamuio U COCTOMT M3 TPEX 3y0OB,
KOTOpbI€ OTJIMYAIOTCS YMEHBIICHHBIM pPa3MepoOM M OTCYTCTBHEM XOPOIIO BBIPAXKEHHBIX 3yOUYHKOB.
OnoHTOONACTHI B PAyIIPHOM MEIIIKE, TaK e KaK U BO B3pOCIIOM PaAyJIsIpHOM MEIIKE, 3aHUMAIOT JIaTepo-
BEHTpaJIbHOE TN0JI0’)keHHEe. CaMM JIMYMHOYHBIE OJIOHTOOJIACTHI MEJKHE, a KIETKH, BBICTUJIAIOLINE
pamyIspHbI MEIIOK, OAHOTUIIHBIE. Takoe CTPOEHUE JIMYMHOYHOTO PALyJIIPHOTO MEIIKa COOTBETCTBYET
JAHHBIM, TIOJTYYEHHBIM IO IPYTUM IPYIIIaM TacTPOIOI.

Bropoit n3ydeHsblii Bunx — Oe3pamynbHbIii Moiuttock Admete viridula, kotopeiii uMeer oyeHb
JUITMHHBIN X000T, a U3 TIIOTOYHOT'O BOOPYKEHHS — TOJIBKO XUTHHOBYIO YEIIOCTb. [loTydeHHbIC pe3yIbTaThl
MOKa3aJii, 9T0 X000T pa3BUBAETCS M3 BEHTPAIbHON HHBATMHALINY JTMYMHOYHOM TIEpETHEH KUIIKH, TaK jKe
Kak ¥ y Apyrux Heoractpono. [Ipu aToM pajayna He 3akiaabiBaeTcs B amOpuorenese Admete viridula, uro

MOXKCT ABJIATHCA APKHUM CBHACTCIIbCTBOM I'€TCPOXPOHUU.
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3.5 CTPOEHUE U PA3BUTHUE ITMIIEJOBBIBATEJIBHOI'O ATITTAPATA HETEROBRANCHIA

Heterobranchia — oduens pa3HooOpasHblii ¢ MOPPOTOTHUECKOM, IKOTOTHUSCKON U OMOIOTHIECKOM
CTOPOH MOJIKJIACC TacTpoIo. B aToMm mokiiacce Ha TaHHBI MOMEHT BBIICIISIFOT TpU HH(pakiiacca: “Lower
Heterobranchia”, Mesoneura u Euthyneura (Brenzinger et al., 2021). [Ins rerepoOpaHXuil XapakTepHbI
camble pasHble CTPAaTerny NMHIIeTO00BIBAHUS M, COOTBETCTBEHHO, OOJBIIOE pa3HOOOpa3ue B CTPOCHUHU
NUIIEI00BIBATEILHOTO arnmapara.

['moroyHoe BOOpyKEHHE TreTepoOpaHXMil Takke KpailHe BapuabenbHO. ba3oBble THIIBI pamyin
(TEeHHOrJIOoCCHasT M PUIIMJIOIVIOCCHAs) XapaKTEpHbl Ul HEKOTOPBIX IpejacTaBuTened  “Lower
Heterobranchia”. Husmue rerepodpanxuu (“Lower Heterobranchia”) — mapaduiernueckas rpynmma, Kyaa
BXOJISIT B OCHOBHOM HEOOJIBIINE WK JTA)Ke MUKPOCKOITMYECKHE PAKOBHHHBIC TaCTPOIOIbI, YaCTh KOTOPBIX
oOuTaer Ha OONBLINX INTyOMHAX U OKOJIO TUIPOTEPMANIbHBIX HCTOYHHUKOB U CUNIOB. PunmuorioccHas paayna
omucana jis cemerictsa Hyalogyrinidae, menkux rerepoOpaHxuii co CriMpaibHOM paKOBUHOM, KaK ITPABUIIO
ACCOIIMUPOBAHHBIX C THIPOTEPMAalbHBIMU HCTOYHMKaMHU. Poma storo cemeiicrea (Hyalogyrina u
Xenoskenea) xapakTepu3yIOTCsl PUIUAAOTIIOCCHON PAIYIIOH ¢ IIEHTPAIbHBIM, OJTHUM-TPEMS JIaTePaTbHBIMU
¥ He Oojee 4eM C JBAAIATHIO BBITSHYTHIMH MaprUHaJbHBIMU 3y0amMu ¢ 3yOYMKaMy B BEPXHEH YacTH
(Warén, Bouchet, 1993). TennorioccHas pajayiia ¢ MIThio-CEMbIO 3y0aMu IPUCYTCTBYET Y IPEACTaBUTEIICH
pasubix HajacemeiictB “Lower Heterobranchia” (Valvatidae, Cornirostridae (magcemeiicteo Valvatoidea)
(Ponder, 1990a), Orbitestellidae (mancemeiicteo Orbitestelloidea), Rissoellidae (HamcemeiicTBO
Acteonimorpha) (Climo, 1975; Ponder, Yoo, 1977), Architectonicoidea (Bieler, 1988) (Climo, 1975;
Ponder, 199006), y HekoTopsix npeacraButeneii cemeiictea Mathildidae (Bieler, 1988)). YuutsiBast pocTo
¢ moakiaccom Caenogastropoda, /uist KOTOpBIX Oa3abHBIM COCTOSIHUEM SIBJISICTCS] TEHUOTJIOCCHAS Pajyia,
HanboJsiee BEPOSITHBIM HMCXOJIHBIM COCTOSHHEM paayiibl Heterobranchia taxxe siBisieTcss TEHHOTIOCCHAS
(Haszprunar, 1985a). KonudecTBo 3y0OB B MONIEPEYHOM PSITy MOXKET YBEIIMUNBATHCS, a TP HEepEeHITUPOBKA
YCUIIUBAThCs (PUIUIOTIOCCHBIM THUIT Pagyiibl) MM, HA00OpPOT, YMEHBIIATHCS, KaK 3TO HAOMOJaeTcs B
pa3HBIX ceMeiicTBax HU3MMX rerepoOpanxwuii (Bieler, 1988).

Jnst npyrux rerepoOpaHXuil XapaKTEepHBI caMble pa3Hble Paaylibl: OT OJHOTO 3y0a B IMOTIEPEYHOM
psiy 10 TIOJHMCEPHAIbHON M M30JJOHTHOW Paaysl C OTPOMHBIM (OOJBINE CTa) KOJIMYECTBOM OJHOTHITHBIX
3younkoB B psaay (Ponder et al., 2019). [Ipaktudecku B KakIOH Ipyrme eCTh HE3aBUCHMAasi PEIyKIIHs
pamyJibl IpH EPEX0e K COCYIEMY THITY TTUTAHHSL.

Yenrocth — o0s3aTeNbHAsi  COCTABIIONIAS  TJIOTOYHOTO BOOPYXKEHHS MHOTHUX TPy
Heterobranchia. Yemtocti, Kak MOpaBWiIO, MapHbIEe W 3aHUMAIOT JOPCO-JaTEPalbHOE IMOJOXKEHHE B

OykkanpHOU mosocTu. HemapHble YenrocTH B BHAE YTOMIIEHHOM IUIACTMHKM Ha JOPCATbHOW CTOpPOHE
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KpaifHe CIeIUaTu3UPOBaHbl M BCTPEYAIOTCSA y TPYMN HA3EMHBIX TeTepOOpaHXHU, OTHOCSIIUXCS K
Eupulmonata. Yemroctu MOryT OBITH COCTABHBIMK WJIM CIIMTBIMH, TTIAAKHMH WK ¢ pouetamu (Ponder et
al., 2019).

Kak u B ciiyuae ¢ qpyrumMu MoIKkIaccaMu racTporo/, o01as MOp(oIorus riI0TOYHOTO BOOPYKCHHUS
OIMcaHa JAeTalIbHO, YUYUTHIBAS €0 TAKCOHOMHUYECKYIO 3HAYMMOCTb. JJaHHBIX 110 (POPMHUPOBAHUIO YETIOCTEH
HET, a JJAHHBIC TI0 YIBTPATOHKOMY CTPOSHHIO 30HbI (JOPMHUPOBAHUS PAILYJIbI IPEIICTABICHBI B IBYX CTAThIX
(Kerth, 1979; Mackenstedt, Méarkel, 1987), koriiacHo KOTOPBIM pajiyJia, TaK Xe KaK U Y JPYyTUX MOJUTOCKOB,
CUHTE3UPYETCS B CIENOM KOHIIE padyJIsIpHOTO MeEIIKa OJOHTOONIacTaMu H MeMOpaHoOJIacTaMu,
OTJMYUTEIHLHON OCOOCHHOCTHIO KOTOPBIX SIBIISIOTCS MX YBEIMUCHHBIC OTHOCHTEIBHO COCEIHUX KJICTOK
pa3mepsl. CoracHo pa3pO3HEHHBIM JIMTEPATypHBIM JaHHBIM, KOTOpPbIE ObUIM COOpaHbl U3 HECKOJIBKUX
crareit (Hughes, 1979; Kerth, 1979; Kerth, Krause, 1969; Wiesel, Peters, 1978), oqus 3y6 dpopmupyetcs 5-
12-10 KJIETKaMH, YTO CYIIECTBEHHO OTJIMYACTCS OT KJICTOYHON OpraHU3aliy 30HbI (POPMUPOBAHMS IPYTHUX
racTpoIo/I.

PanHee pa3BUTHE OMKMCAHO JOBOJIBHO MOAPOOHO JUTS BUAOB M3 pasHbIX rpymn (Hanpumep, Clark,
Jensen, 1981; Ghose, 1962; Thompson, 1958, 1962, 1967), TeM He MeHee HaHHBIE O 3aKJIaIKe U
TpaHchopMalMIX paaysibl B SMOPHOreHE3e OTCYTCTBYIOT, HE TOBOpPS 00 OIMUCAHWU JUYUHOYHOTO
[JIOTOYHOTO BOOPYIKCHHS HA TUCTOJIOTHYECKOM M YIIbTPACTPYKTYPHOM YPOBHSIX.

B aToii ri1aBe BrepBbIe MPHUBEIEHBI JaHHBIE IO (OPMUPOBAHUIO U AMOPHOTEHE3Y TJIOTOYHOTO
BOOPY)KEHHUsSI TeTepoOpaHxuil s MATH BUAOB ronoxabepusix mosurockoB (Nudibranchia (Coryphella
verrucosa (5 sx3emmisipoB), Eubranchus rupium (15 nmuumnnok u 6 B3pocisix), Dendronotus frondosus (5
B3pocIibix), Vayssierea elegans (4 B3pocibix), Cadlina laevis (11 oco6eit)), aByx Bumos Pteropoda (Clione
limacina (7 muumuok u 17 B3pocnbeix), Limacina helicina (6 nuuuHOK ¥ 8 B3pOCiBIX)) W OJHOTO BHA
Sacoglossa (Limapontia senestra (18 nmuunnok u 17 B3pocnbix)) (Pucynok 3.5.1 u 3.5.2). Beibop 00bekTOB
00yCJIOBJICH JOCTYITHOCTBIO MaTrepuana, 4YTo OOBSICHSIET OTCYTCTBHE TPYII C PHIUIOTIIOCCHOW U

TEHUOTJIOCCHOW pajylaMH U3 HU3LIUX FeTepOOpaHXUM.
I'1oTrounoe Boopy:kenue NUDBRANCHIA

l'onoxxaGepHble MOJUTIOCKH — O4Y€Hb pa3HOOOpa3Has, XOTh U HCKIIOYUTEIBHO MOpCKas rpymima
rerepoOpanxuii. OHU JeATCS Ha J1Ba MOAOTPsAA C IPKO BhIpakeHHbIMU anomopdusmu: Cladobranchia u
Doridina. B pabote uccienoBaHsl MpecTaBUTEIH 000HX MOIOTPSIIOB.
CLADOBRANCHIA
HawnbGonee mompoOHO OBUIO WCCIIEIOBAHO CTPOCHHE OYKKaIhHOIO KOMIUIEKCA, BKJIFOYAs CHHTE3

panyiel 1 yearocTH, Ha npuMepe Coryphella verrucosa. 3akianka paayiisl B OHTOTeHe3e Obliia M3y4YeHa Ha
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npumepe Eubranchus rupium. Emé mist ogHoro BMaa ¢ KpymHBIM IIEHTpadbHBIM 3yOom, Dendronotus
frondosus, ObUTO M3yYeHO TUCTOJIOTHYECKOE CTPOCHHE 30HBI YOPMUPOBAHHS PAIYJIbl — JUISL TOTO, YTOOBI
OTIpPeNIeNIUTh, KaK MEHSAETCS KOJIMUYECTBO KJIETOK B 3aBUCUMOCTHU OT pazMepa 3yoa.

bykkanvnwiit komnaexc Coryphella verrucosa

PotoBoe otBepcTre C. verrucosa okpyriio-poMOndeckoi (GpopMbl, OKPYKEHO IOJIKOBOOOPa3HOM
BHemHel ryooi (Pucynok 3.5.1 6; 3.5.3 a), oTkpbIBaeTcs B OYKKaJIBbHYIO MOJOCTh Yepe3 POTOBYIO TPYyOKY
(Pucynok 3.5.4). ByKkkanbHbII KOMIIJIEKC OKPYTI0-Y/UIMHEHHOHN (POPMBI, IPU BCKPHITUH XOPOLIO 3aMETEH
u3-3a TEMHOTO 1BeTa yenoctel (Pucynok 3.5.3 6). JlnmuHa OyKKaapHOro KOMIUIEKCAa BapbUPYET B TIpeIeiax
1.7-2.8 MM y ocobeit nnuHoit 10—-12 MM. B coctaB OykkaabHOro KOMILJIEKCA BXOJAT MapHbIE YENIOCTH,
OykkalpHas MyCKyJaTypa W pagyJspHbld anmapar (pagyia ¥ ofgoHTodop). ITumeBox orxomut c
JIOpCcaJbHOM CTOpOHBI OyKKanbHOH mosnoctu (Pucynok 3.5.4). IlapHsblii nepeOpanbHblil raHMIMN C IBYyMS
NUTMEHTHPOBAHHBIMU TJ1a3aMH JIEKUT OJIM3KO K 3aJHEMY KOHIY OYKKaJIbHOT'O KOMILJICKCA.

BckpbITHe ¢ mocieayomuM KOHTpaCTUPOBAaHUEM METHIIEHOBBIM CHHUM BBISIBUIIO, YTO OyKKaJIbHBIH
anmnapar NPUKPEIUIAETCS K CTCHKE Tejla HECKOJIbKHMHU TI'PYIIIaMH BOJIOKOH COEIUHUTEIIBHOM IPHUPOJIBI
(Pucynox 3.5.3 6, B). Ilo manabiM TOM 3TH BOJIOKHA COCTOSIT W3 OTIENBHBIX MBIIICUYHBIX KJIETOK W
¢uOpobIacTOB ¢ XOpOWIO  Pa3BUTHIM  IIEPOXOBATHIM  DHJOIUIA3MATUYECKHM  PETHUKYIYMOM,
MHOTOYHCJICHHBIMU BaKyoOJISIMU U pubocoMamy, a TakKe KOJIJIaréHOBOTO MaTPUKCA, KOTOPBIN 3aMoJHsAET
IIPOCTPAHCTBO MEKIY KIETKAMHU.

BykkanbHas 1moyiocte oOpa3yer JBe J0pco-jIaTepalbHble CKIAJIKH, TJI€ PACIOJIOXKEHBl YETHCTH
(Pucynok 3.5.5 a), ¥ 0ZJMH BEepTUKAIBHBIN JUBEPTUKYJI, B KOTOPOM pacroaraercs panyia (Pucynok 3.5.4).
UYentocTHbIE TIACTUHBI IOYTH MOJIHOCTBIO MOKPBITHI AnuTenueM (Pucynok 3.5.5 a), cBOOOHBI TOIBKO Ha
anMKaIbHOM Kpae, KOTOphIi BIaércsi B OyKKanbHYo mosocth (PucyHok 3.5.4 6). Yemroctu C. verrucosa
KOPUYHEBOTO LIBETA, PACIIONOKEHBI B IIEpeJHEH 4acTH OYKKaJIbHOTO KOMIUIEKCA U IOKPBIBAIOT OKOJIO JIBYX
tpereii ero anunbl (Pucynok 3.5.3 6). JlnuHHbIe )keBaTeIbHBIE OTPOCTKU CBOOOIHO BJAIOTCA B OYKKAJIBHYIO
MOJIOCTh W HECYT JOMOJHUTENbHbIE 3yOumku mo kpatro (Pucynokx 3.5.5 r-m). B mpegemax opHoro
MOTIEPEYHOro psijia 3yOUnKU MEHSI0TCS 1o (popme: OT IMIaIKUX A0 KOHMYECKHX MOCEePEeINHE KEeBATEIbHOTO
OTPOCTKAa M MOTBHIr0OOpa3HbIX Ha HapykHOM ero kpae (Pucynok 3.5.5 r-m). YentocTHbIE NMIaCTUHKU
COEJMHEHBI JIPYI C JPYyrOM OBJIACTUYHOW CBS3KOM, IOKpPHIBAIOIIEH MEPEeIHIOI YacThb OYKKaJIbHOTO
KOMILJIEKCA.

B OykkanbHOM KOMIUIEKCE OOHApPY>KEHbI TPU KPYIHBIX IMy4YKa MYCKYJaTyphl, ABa U3 KOTOPBIX —
9TO MYCKYJIaTypa paayJibl (peTpakTop parylibl U IPOTPAKTOp OJOHTO(OPA), a TPETUH, JOBOJIBHO CIOKHO

Pa3BETBISIONMINIACS MYyYOK (MBIIIIBI — OTKPBIBATEIN YETIOCTEH ), coenuusieT yemtoct (PucyHok 3.5.5 B) u
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panynspHbeIi anmmapatr m3HyTpH (PucyHok 3.5.6 0-¢). PamynspHblii Bamuk ogoHTOGOpa pacrojaraercs
MEXIy MycKyaaTypoi omoHTodopa (PucyHok 3.5.6 a, 6) 1 cOAEPKUT BaKyOJIU3UPOBAHHBIC KICTKH.

TpucepunanbHas pagyiia ¢ KpyIHBIM HEHTPaIbHBIM 3yOOM U Mapoil JaTepaibHbIX 3y00B MO O0KaM
(Pucynok 3.5.7) coctout u3 15-21 momepeunsix psnoB. LleHTpanbHble 3yObl KPYNHBIX 3K3eMILUISIPOB
(nmuHOM Oonee 17 mm) nocturaror 60—70 MM B aiuHy. LleHTpanbHblil 3y0 M30THYTHIN, TPEYTOJIBHBIN, C
MOJIKOBOOOPA3HBIM OCHOBAaHHUEM, KOTOPOE OKPY)KEHO paayisipHor memOpanoit (Pucynok 3.5.7 1). C
KaXJ101 CTOPOHBI OT KPYITHOI'O TEPMHUHAIBHOTO 3y0I1a pacnojaratorcs 1no 5—8 3y6uos. JlarepanbHbie 3y0Obl
HOXeBUHBIC, ¢ 5—10-f0 3yOniamu Ha BHyTpeHHEeM Kpae (PucyHnok 3.5.7 6, B).

Ynempamonkoe cmpoenue dykxkanvnozo snumenusa. bykkanbHasi IOJIOCTh MOKPBITA SUTEIUEM,
KOTOPBIA MOXET UMETh pa3HOE CTPOCHUE B 3aBUCUMOCTU OT QYHKIUHU. PaznuyaroTcs Tpu TOMOIOTHYECKH
U (QYHKLIMOHAJIbHO PA3HBIX Yy4YacTKa OYKKaJbHOrO »mMTenus: 1) BbICTWIKA OyKKaldbHOHM mosoctu; 2)
COMYTCTBYIOIIMM MUTEIINNA YeTI0CTe; 3) COmyTCTBYIOUMHN snuTenuil paayisl (Pucynok 3.5.4 0). Knetku
snuTeNnns OyKKaJlbHOM MOJOCTH KBaAPAaTHOW POPMBI, TOCTUTAOT 3—3.5 MKM BBICOTBI, SIAPO PACIIOIOKEHO
6azanbHO (Pucynok 3.5.8 a). lluromiasma 3TUX KJIETOK 3JIEKTPOHHO-IUIOTHAS C OOJBIIUM KOJIMYECTBOM
pubocom u Mmukporpybouek (Pucynok 3.5.8 6). BHyTpu OyKkanabHOH MOJOCTH TOJIIMHA KYTHKYJIbI
nocturaer 8—10 MM, B paiioHe BHyTpeHHuX ry0 — 10-15 mxMm. KyTukyna 37IeKTpOHHO-TIIOTHas,
MpoHU3aHHass MUKPOBWILIsIMU 110 1—1.5 mxm (Pucynok 3.5.8 0).

Ynempamonkoe cmpoenue uentocmeii u cnamodnumenus. YenocTb TpeaCTaBiseT COOOM
TPEXCIIONHYIO MJIACTUHKY Pa3HOM TOJNIIMHBL: OT 25 10 94 MKM B pa3HbIX YacTsaX. BHeHWI 1 BHYTpeHHUN
CJIOM YeNtocTH OoJiee TUIOTHbIE, CPeHU — OoJiee PBIXJIbIM, COCTOSIINN U3 XaOTUYHO PACHOIOKEHHBIX
BOJIOKOH, KOTOpbIE MOT'YT OpraHU30BBIBATHCA B Oojiee MI0THbIE BojokHa (PucyHok 3.5.9 a). BHyTpeHHumii
CJION YeNIOCTHOM IMJIACTHUHKH 3JIEKTPOHHO-TUIOTHBIN; BOJIOKHA PACIOJIaraloTcs BIOJb YENIOCTH, SMUTEIHMI
MOJT ATUM CIIOEM HECET JOBOJILHO JTMHHBIE MUKPOBWILIN (PucyHok 3.5.9 a, r). BHemHwmiA cioit Takoi ke
0 AJIEKTPOHHOMU TIOTHOCTH, HO Oojiee romoreHHbIi (Pucynok 3.5.9 r).

30HBI CUHTE3a YEJIOCTH PACIIONIaraloTcs B JaJIbHEM KOHIIE J10PCO-JIaTepalIbHBIX CKJIAJOK U B 30HE
KeBaTeNbHbIX OTpOocTKOB (Pucynok 3.5.10 a). Dnwurenuii, okpyKaoomuil 3a1HIOI0 00JacTb YETIOCTH
TJIaCTUHKY (3aaHss 30HA pocTa) (Pucynok 3.5.10 6), cOCTOUT M3 BHITIHYTHIX KIETOK (IUpuHa 4—6 MKM B
CaMOM IIUPOKOM MecTe, BbicoTa 15—20 MKM) B TEpMHHAIBHOM YacTH CKJIQAKH U U3 YIUIOIIEHHBIX KJIETOK B
O0okoBBIX cTeHKax ckiagku (Pucynox 3.5.10 6, B). lluTomiasma 537€KTpPOHHO-TUIOTHAsI, COJEPKHUT
MHOTOUHCIIEHHbIE pruOOCcOMBI (puc. 6 B). OBaJIbHbIE MU OKPYTJIbIE SApa PACIIONOKEHBI B 0a3aJIbHOM YacTH
knetok (Pucynok 3.5.10 6, r, nm). I'matoGmactel coaepkaT OOMNBIIOE KOJIUYECTBO MIEPOXOBATOTO
HH/IOIUIA3MAaTHUECKOT0 peTuKyiayMa U MuToxoHapuil (Pucynok 3.5.10 r, n). MukpoBuwIIn KOpPOTKHE,

NpOHHUKAIOT B yemocTh Ha 0.3 MkM. [lyukn ToHO(MIAMEHTOB POHMU3BIBAIOT KIETKH B allMKO-0a3abHOM
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HarnpaBienun (Pucynok 3.5.10 B, m). B mepeaneil wacTu uemiocTei, NpsIMO HAJ >KEBaTCIbHBIMU
OTPOCTKAMH, alMKalbHbIE OTAENbl MOKPOBHOTO SMUTENUs KJIETKH MPOHUKAIOT B MATPUKC YEIIOCTHOM
acTuHbl (mepeansst 3oHa pocta) (Pucynok 3.5.11). [luTtomnazma 3THX KIETOK 3JIEKTPOHHO-TUIOTHAS,
COJCPKHUT MHOTOYHUCIICHHBIE PUOOCOMBI M ILIEPOXOBATHI HIOIIA3MATUYECKUNA PETUKYIyM. [ pymmbl
TOHO(UIIAMEHTOB PAcIoJIaraloTcsl B LUTOIIa3ME B alMKO-0a3aJbHOM HamnpaBieHUH. ANHMKalbHAs 4acTh
KJIETOK 00pa3yeT KpyMHHbIE BBIISYUBAHUS U MHUKPOBWLIM, B KOTOpbIE MPOHUKAIOT TOHO(PUIAMEHTHI
(Pucynok 3.5.11 ).

Padyna u s3numenuu paoynapuozo mewka. PanynspHbIi MENIOK MPEICTaBISET COOOH
SIUTETUATBHOIO CKJIAJKy, B CJEMOM KOHIIE KOTOpOoW cuHTe3upyercs panyna (Pucynok 3.5.12 a, 0).
Mognoibie 3yObl HHTEHCHBHO OKPAIIMBAIOTCS KPACUTEIEM, MAPKUPYIOIIMM HEMOIUMEPU30BAHHBIN XUTHH
(Pucynox 35.12 6). Slnpa omoHTOOMacTOB M MeMOpPaHOOIACTOB CYIIECTBEHHO KpYyMHEE SIep KIETOK
okpy»xatomiero snurtenus (Pucynok 3.5.12 6, B). CornmacHo TpEXMepHOW MOETH 30HBI (POPMHPOBAHUS
paxynsl C. Verrucosa, HoBOOOPa3yOIIUICS 3y0 HAXOJUTCS B TOPU3OHTATBHOM TUIOCKOCTH, KaK OBl JICKUT
Ha OJ0HTOOJAacTax, a HayMHAs CO BTOPOrO psAna 3yObl pacloyiaraloTcsi yxe IoJ YIiioM K MeMmOpaHe
(Pucynoxk 3.5.12 r-e). 3y0 cocTOUT U3 TOJICTHIX pa3sHOHANPABICHHBIX BOJIOKOH (Pucynok 3.5.13). MoxHo
BBIJICJIUTh YETHIPE OCHOBHBIE 30HBI 3y0a: BHEUIHSS anuKajbHAas, BHYTPEHHSS ANUKAJIbHAS, BHELIHSSA
OazanpHas u BHyTpeHHss 6azanbHas (Pucynok 3.5.13 a, 6). BHemnnsis 30Ha pacnionaraercs Ha IOBEPXHOCTH
3yba, 0Opam€HHOTO B CTOpOHY pabodero Kpas, COCTOUT M3 TOHKHX KOPOTKHX 3JIEKTPOHHO-TIJIOTHBIX
BOJIOKOH, HE OpraHU30BaHHBIX B psiibl (PucyHok 3.5.13 B, €). BomokHa BHyTpeHHeH anmiKaIbHON 9acTH 3y0a
TaKXe KOPOTKUE M TOHKHUE, HO pacnonaratoTcs 6osee miotHO (Pucynok 3.5.13 B, k). Bonokna 6a3ansHoi
BHEIIHEW yacTu 3y0a opraHu3oBaHbl B nonepednsie psiabl mupuHoi 0.3—0.4 mxm (Pucynok 3.5.13 1), a
BHYTpEHHEHN YacTh — coOpaHbl B pa3HOHanpaBiieHHbIE TydkH (Pucynok 3.5.13 x). Panynsapras memOpana
HIMPUHON 3—5 MKM CHHTE3HpyeTcss MmeMOpaHoOIacTaMu MO MEPBBIM padyIsipHbIM 3yOoM. MemOpaHa
COCTOMT U3 JUIMHHBIX IIPOJIOJIBHBIX ITyYKOB IEKTPOHHO-TUIOTHBIX BOJIOKOH (Pucynok 3.5.13 3).

Ooonmobaacmsl pacnoyiaraloTcsi TEPMUHAIBHO U 00pa3yloT TP TPYMIbI, Kaxaas U3 KOTOPBIX
BUHTE3UpYeT oAuH 3y0. CoryiacHO TpEXMEPHOI PEKOHCTPYKIMH LIEHTPAIbHBIN 3y0 CUHTE3UPYETCSI OJTHOM
KJIETKOM, a JlaTepajbHble — TPyIIaMHu, COCTOIUMH U3 3—5 omoHToOacToB (Pucynok 3.5.12 1, 1, €). Bee
OJIOHTOOIACTBl HMMEIOT OJMHAKOBOE YJIBTPATOHKOE CTPOEHUE. OTO BBITSIHYTbIE KpPYIHbBIE KIETKU
(OTHOCHUTENBHO COCEOHMX KIETOK panyispHoro wmemka) 30-31 MkM BbIcOTOM ¢ 0a3ainbHO
PacHoJIO)KEHHBIMU OKPYTJIbIMU  sijpaMu auametpoMm 0 20-23 mxm (Pucynok 3.5.13 a; 3.5.14 a).
[{uTomnazMa oJOHTOOIACTOB 3JIEKTPOHHO-IUIOTHAS, C MHOTOYMCIECHHBIMU pubocomamu. B ammkanbHOi
YaCTH KJIETKH pacrojararoTcs XUuTocombl — Be3UKyJIbl 0.05—-0.1 MKM 11aMeTpoM ¢ 3JIEKTPOHHO-TUIOTHBIM

COZICP’)KUMBIM, TI0 BCCH BEPOSTHOCTH COJIEpKallHe KOMIUICKCH XUTHHCUHTeTa3bl (Bracker et al. 1976).
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AnuKanpHas MOBEPXHOCTh OAOHTO0IaCTOB HECET ANIMHHBIE (TpruMepHO 10 MKkM) 1 ToJicThIe (0K0J10 0.1 MKM)
MUKPOBHWJITH, KOTOPBIC TPOHHUKAIOT B MaTpuiry 3y0a (PucyHok 3.5.14 6). KineTku Takke comepxaT XOpOIIo
Pa3BUTHIM MIEPOXOBATHIM IHAOIUIA3MATHUECKHUI PeTUKYITyM U Komiuiekc ['ompmku (Pucynox 3.5.14 B).
bazanpHas 4acTh KJIETKM CHJIBHO BaKyOJH3UPOBAHA U COAEPHKUT OOJBIIOE KOJIMYECTBO MHUTOXOHAPHIMA
OKOJIO sJIpa.

Membpanobnracmel pacrionaratotTcsi 3a OJOHTOONacTamu 0e3 paszaeneHuss Ha rpynnbsl. [lo
YJIBTPAaTOHKOMY CTPOEHHI0O MEMOpaHOOJACThl HE CHJIBHO OTJIMYAIOTCA OT OJOHTOOJACTOB. DTO KIETKU
BBICOTOH 710 30—-35 MKM C MOYTH OKpYTJIBIMU siipaMu. bazansHo pacnonoxenHoe sapo gocturaetr 20-25
MkM B nuamerpe (Pucynoxk 3.5.14 a). MemOpano61acThl UMEIOT JIEKTPOHHO-TIPO3PAYHYIO IIUTOILIA3MY,
COJIEP)KAllyl0 ~ MHOTOYHUCIIEHHbIE  pUOOCOMBI, a TaKXKe XOpPOIIO  pPa3BUTHIM  IIEPOXOBATHIM
SHJOIUIA3MAaTUYECKUM PETUKYJIYyM M KomIulekc ['onbiku. B anukanbHOM 4acTH KIETKH BCTPEYAOTCS
xutocomsl pazmepoM 0.05-0.1 mxm (Pucynok 3.5.14 r). AnukaibHas HOBEPXHOCTbh — C MUKPOBUIUIIMU
JUTMHOM 5 MKM 1 TosmmuHo# (.1 MKM, KOTOpbIE TPOHUKAIOT B panysipHyto MmemOpany (Pucynoxk 3.5.14 r).
bazanbHas 4acTh KJIETOK C IUTOIIA3MAaTHYECKHUMH MPOTPY3USIMH MOJICTUIIAECTCS SJIEKTPOHHO-TIOTHOM
6azanpHOU TIacTUHKOM (Pucynok 3.5.14 n).

Panyny Ha BCEM MPOTSHKEHUU MOJCTHIACT CYOPAOVAAPHBILL dNumenuti, KIeTKH KOTOPOrO CHIIBHO
OTIIMYAETCs IO pa3Mepy OT OJOHTO- U MeMOpaHoOnactoB. CyOpamyisipHbI SMUTENUNA COCTOUT U3
BBITSHYTBIX KJIETOK C OBaJbHBIMHU 0a3ajbHO pacrojiokeHHbIMU snpamu (Pucynok 3.5.13 a). ®opma u
pa3Mepsl KIETOK CyOpaayJiipHOTO SMUTENHs MEHSIOTCS B 3aBUCHUMOCTH OT 30HBI pamyibl. Cpasy 3a
MeMOpaHOOJIacTaMu KIJIETKH BBITAHYTHIE, BbIcoTa jnocturaer 7 MkMm (Pucynok 3.5.15 a). B cepeaune
pamyisl, B 30HE C(hOPMHUPOBAHHBIX 3yOOB, KIETKH yIuiomaroTcs (BeicoTa 10 4-5 Mkm) (Pucynok 3.5.15 B),
a Omxe K pabouemMy Kparo CTaHOBATCA O4eHb BbICOKUMHU (10 30-33 mxMm) (Pucynok 3.5.15 6). Knerku
cyOpanyisipHOTO SOUTENUs coAep aT MyYKH TOHO(PUIAMEHTOB, KOTOpble TSHYTCA OT 0a3albHOM
IUIACTUHKHM K alMKaJbHOW YacTH KJIETOK M (OPMHUPYIOT MOJIYJECMOCOMBI C paxylsipHONl MeMOpaHOM
(Pucynox 3.5.15 0). [luTonna3zma 3epHUCTas1, IIEPOXOBATHIM IHI0IUIA3MATUUECKUN PETUKYIIYM Pa3BUT HE
TaK XOpPOIO, KaK B OJIOHTO- U MeMOpaHoOiacTax. MUKpOBUIUIM MPOHUKAIOT Ha 2.5 MKM B paayJIsipHYIO
MeMOpaHy, Kyia TaK)Ke 3aX0AST My4YKH TOHO(UIaMEeHTOB. ba3zaibpHas 4acTh KJIETOK BaKyOJINU3UPOBAaHHAS, C
MeaHIpupytoliei 6asansHol MemOpanoii (Pucynok 3.5.15 6).

Cynpapaoynapuwiii 3numenuti, pacroiararoIfiics HaJ paayiaoi, COCTOUT U3 BBITIHYTHIX KJIETOK.
PsimoMm ¢ 30HO# opMupoBaHUs KIETKH OoJiee TIIOTHO TpHiIeraoT apyT K apyry (Pucynok 3.5.15 a), uem B
30HE CPOPMHUPOBAHHBIX 3yOOB, I/Ie OHU BBITATUBAIOTCSA M 3aX0aaT Mexnay 3yOamu (Pucynok 3.5.15 B).
OBanbHbIE s1/Ipa pacrnoiararTcs Ha pa3sHbIX YPOBHAX. B 1ucTanbHOM KOHIIE pagyJIsipHOIO MEIIKA KIETKU

nocturatoT 16—19 mxm B BbicoTy. B 30HE co3peBaHus i CynpapaaysispHOTO SMUTEIHUS XapaKTEpHbI
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MUKPOBHWIJIM, KOTOpbIE NMPOHUKAIOT B 3yObl 10 3-4 MKkM. B anukanbHOW 4acTH OTMEUYEHBI XHUTOCOMBI
muamerpoM 0.1-0.3 MKM C 3€pHHCTBIM JJICKTPOHHO-TUIOTHBIM conepkumMbiM  (Pucynok 3.5.15 n).
[{uTomnazMa 5SIEKTPOHHO-TUIOTHAS, COJCPKUT MHOTOYHCIEHHBbIE PUOOCOMBI U XOPOILIO Pa3BUTHIM
AH/IOIUIA3MAaTHUECKUN PETUKYIyM. Bokpyr sapa pacnonoxensl kpynHbele MuToxoHapuu (Pucynok 3.5.15
r).

Bykkansuuiii komnaexc Dendronotus frondosus

PoroBoe otBepctue D. frondosus okpyrioe, pacrojoXeHO aHTEPO-BEHTPAIBHO, OKpPY)KEHO
MOJJKOBOOOPA3HBIM OpalbHBIM MapycoM C ManwuiaMyd (BHEIIHUM ry0amMu) M BHYTPEHHUMH TyOaMu
(Pucynok 3.5.16 a, 6). Pot npomomkaetcst poToBO# TpyOKOH, KOTOpasi NEPEXOAUT B OYKKAJIBHYIO IMOJOCTh
(Pucynok 3.5.17). C ngopcanbHOW CTOPOHBI OYKKaJbHOM TOJIOCTH OoTXoaAWT numeBoj (PucyHok 3.5.17;
3.5.18 0), BeHTpasIbHO pacrojiaraeTcst pabounii kpait pagyns! (Pucynok 3.5.18 a), Ha TPOTUBOMOIOKHOMN
CTOpOHE — CBOOOJHBIC Kpasi 4emtocTu. Pagyna ¢ ogoHTOPOpOM, YemrOCTH U OyKKalIbHAsE MYyCKyJaTypa
COCTaBJISIIOT KOMMAKTHBIA OyKKaJbHBIM KOMIUIEKC oBasibHOM (opmbl (Pucynok 3.5.17). Myckynarypa
OUYEHb XOpOILIO pa3BUTa. MOXKHO pa3IUYUTh BHEIIHIO U BHYTPEHHIOK OYKKaJIbHYIO MYCKYJaTypy,
BKJIIOYAIOIYI0 MBIIIIBI, KOTOPBIE ONEPUPYIOT YENIOCTAMH (OTKPBIBATENIM M 3aKpBIBATENN YEIIOCTEH) U
pamysioil (peTpakTopbl paayibl M IMPOTPAKTOPHI 0A0HTO(Opa), OYKKAJbHBIM KOMILJIEKCOM B IEJIOM
(BHEmIHME OyKKaJbHBIC MBIIIIBI) U MUIIEBOAOM (TeH30pbl mumeBoga) (Pucynok 3.5.17 B, r; 3.5.18).
PamynsipHBIN MEITIOK KOMITAKTHBIM — HE BBIXOJIUT 3a TpaHUIlbl OyKKaabHOTO KoMIiuiekca (Pucynok 3.5.17;
3.5.18), — okpyriblii B ceueHHH, 0€3 BUAMMOIO pa3[ciIeHUs Ha JBE MMOJOBHHBI B 30HE (OPMHPOBAHUS
(Pucynok 3.5.18).

Yemroctu D. frondosus mpezcraBiieHbl Mapod YENIOCTHBIX TUIACTUHOK JKEITOBATO-KOPUYHEBOTO
nsera (Pucynok 3.5.19 a, 0), okpyxXaroumx MEepeaHIO TMOJIOBHHY OYKKaJbHOTO KOMIUIEKCA OPTaHOB
(Pucynok 3.5.18). [ImacTHHKM COETMHEHBI MEXJIYy COOOW M WMEIOT 1O Tape JJIMHHBIX JOPCaIbHBIX H
KOPOTKHX >KE€BaTeJIbHBIX OTpOCTKOB (PrucyHok 3.5.19 a-B). JKeBaTesbHbIE OTPOCTKH YENIOCTEW TOHKHE U
HECYT HECKOJBKO PSJOB YEIyWKOBHIHBIX 3yOumkoB (Pucynok 3.5.19 r1). UemocTHbIE TUIACTUHKH
pacrnojaraioTcs BHyTPH SIUTENHANIbHBIX CKJIaI0K, KOTOPBIE AaJIEKO 3aX0AT B I0PCO-IaTepalibHble 4acTu
OykkanmbpHOTO KoMIuiekca (Pucynok 3.5.18).

Panyna nonucepuanbhas, Gopmyna: 4-6-1-4-6 (uist ocobu uyMHOM okoio 2 cM). LleHTpanbHbIi
TPEYTOJbHBIN 3y0 TOBOJILHO KPYIHBIN (OTHOCUTEIBHO JIATEPATBHBIX 3y0OB), JOCTUTACT 56 MKM B IIUPUHY
B OCHOBaHUU U 63 MKM B BbICOTY. LleHTpanbHbIl 3yOel MOILIHBIN, IO 60KaM OT HEro pacroyiararoTcs He
BBICTYIAIOIIHE 32 TUIOCKOCTh 3y0a 3younku B konudecTBe 8-10 mTyk ¢ kaxaoi ctopons! (Pucynok 3.5.19
n). Jlatepanbhbie 3yObl MMEIOT BHJI NMPSMOYTOJBHBIX B OCHOBAHUM IUIACTHHOK, OT KOTOPBIX OTXOMSAT

TPEYroJbHbIE Y3KHUE JIE3BUSI C MOLUIHBIM TEPMUHAIBHBIM 3yOIIOM U 4-5-10 3yOUHMKaMU MO BHEIIHEMY Kparo
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(pucynok 3.5.19 m). Kant neperuda omontrodopa pe3ko BeipakeH (Pucynok 3.5.19 ¢). B OykkanbHyIO
MOJIOCTh BBIAAETCS IIEHTPAJIBHBIN 3yOel] IIEHTPAJbHOTO 3y0a W JIe3BUS JaTepalbHBIX 3yO0B, 00pasys
nonobue cobuparensHoro ammapara. [Ipu sTom Huxke paboueil 30HBI pagylsipHbIE 3yObl OKAa3bIBAIOTCS
IUIOTHO MPMKATBIMU K paaynspHoit memOpane (Pucynok 3.5.19 e).

Ynempamonkoe cmpoenue snumenuee u 2nomounozo eoopyycenus. PortoBas TpyOka D.
frondosus BeicTiiaHa pecHHUYHBIM KyOndeckum smurenneM (Pucynok 3.5.20 a, 6). HemocpeacrtBenHo B
OyKKaJIbHOW IOJIOCTU KJIETKM SMUTEIHsI CEKPETOPHO AaKTHBHBI, Ha YTO YKa3blBa€T XOPOIIO Pa3BUTHIN
IIEpPOXOBAThI 3HAOIIA3MAaTUUYECKUM PETUKYIYM M 3JIEKTPOHHO-IJIOTHAs LMTOIUIa3Ma, 3alOJHEHHAas
pubocomamu. KneTkun OyKKaJIbHOTO SIUTENHS CEKPETHUPYIOT MHUKPOBUJUIAPHYIO KYTHUKYIY, MUMEIOIILYIO
TOMOT€HHYIO CTPYKTYpYy. MUKPOBHILIH KJIETOK OyKKaJIbHOTO SMUTENNS TPOHUKAIOT B KYTHKYITy IPUMEPHO
Ha 0.5 MM (Pucynok 3.5.20 a, 6). [IumeBoa BBICTIAaH 3MUTENIHUEM, COCTOSIIUM M3 BBITHYTBIX KIETOK C
0a3albHO pACIOJIOKEHHBIM siApoM. Bces muroruiasma KJIETOK 3alojHEHa XUTHHOBBIMHM BEPETEHAMU,
PacnoJIo’)KEHHBIMU B HECKOJIBKO psiioB (Pucynok 3.5.20 B, ). BeposiTHO, XUTUHOBBIE BepeTEHA BBIIOIHSIOT
3amuTHY0 QyHKIuo. OHU HalIEHBI TAaKXKe B TOKpOBHOM snutenuu (Pucynok 3.5.20 x).

Yentocts yriyOneHa B CKIagKd snuTenus OykkanbHoW mnosnoctu (Pucynok 3.5.21 a), rae
npouCXoauT €€ (HOpMUPOBAHHE, U UMEET CIOUCTYIO CTPYKTYpPY. BHYTpeHHUI TOHKHI CIIOH 3JIeKTpOHHO-
IPO3pavHbIi, a BHEHIHUM — 3JIEKTPOHHO-TIOTHBIHN (PucyHok 3.5.21 0). Dnutenuit, oKpyKarouii 4eIocTi
Ommke K 30He GOpMHUPOBaHUS, BEICOKUH (10 16 MkM B BeicoTy) (Pucynok 3.5.21 a) u ymomaercs (mo 4
MKM) Ommke k pabouemy kparo (Pucynok 3.5.21 6, B). KneTkum B anmuKaJbHOW YacTH COCAMHEHBI
aJIre3UBHBIMU KOHTAKTaMU MEXIy cOO0OH M IMOJy1eCMOCOMaMU — C YETIOCTHOM miuacTuHkoil (PucyHok
3.5.21 6, B). B 21MeKTpOHHO-TIIOTHONW LUTOIUIa3ME€ MOKHO HAWTH IIEPOXOBATBHIM SHAOIUIA3MATHUECKUI
PETHKYJIyM B BHJE KOHIIEHTPHUUYECKH 3aKpyueHHBIX cTpykTryp (Pucynox 3.5.21 6, B), 4uro MOXeT
CBUJIETENLCTBOBAThH O Havaje alonTOTUYECKUX MPOLIECCOB.

Panyna ¢popmupyercs B cienom KoHIE pagy IspHOro Melika okpyrioi ¢opmel (Pucynok 3.5.22 a)
¢ HeOompmMM TporudboM Ha AopcaibHO ctopoHe (PucyHok 3.5.22 6-r) m mumamerpoMm 10 120 MKM.
PanynspHON MENIOK MOKPHIT COSTMHUTEIIBHOTKAHHOW 0007I0YKOH, KOTOpasi pacIupseTcss Ha JOPCaabHOM
CTOpOHE.

CdopmupoBanHbie 3yObl 3JIEKTPOHHO-IUIOTHBIE, NPHUKPEIJIEHbI K 0o0jee 3JIeKTPOHHO-CBETIION
panynspHoit memOpane (Pucynok 3.5.21 r, x). /IBa-Tpu KpyImHBIX 0I0HTOOIacTa GOPMHUPYIOT IEHTPATHHBIN
3y0. BricoTa 010HTOOIACTOB LEHTpaIbHOTO 3y0a gocturaer 48 MM, mupuHa — 26 MkM. OBanbHOE
KpymHoe spo (10 27x22 MKM) pacnojiaraercs B 0a3albHON YacTU KJIETKH, BHITIHYTOW CTOPOHOI BIOJb
ocHoBanus (Pucynok 3.5.22 0, B). O1oHTOOIACTHI IaTepaIbHBIX 3y00B Menbue (21 MKM B BBICOTY, 5.5 MKM

B IIMPHUHY ), OBaJIbHOE 1IpoO (8.5%3.5 MKM) pacrionoxkeno 6a3anbHo (PucyHok 3.5.22 0, B-T).
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CyOpanynsipHBI SMHATENHHA B 30HE 3pEibIX 3yOOB BBITAHYTHIA (OKOJO 12-13 MKM B BBICOTY), C
MUKPOBWIISIMH, TPOHUKAIONIUMU B panyisipHyto MeMmOpany (Pucynox 3.5.21 r). OBambHbIC siapa
pa3MeniaroTcs 0azanbHO. B 30He (QopMHUpOBaHUS KIETKH CYNpapagylspHOrO SMUTEIUS OTIWYAOTCS
BBITAHYTOH (hopmoii (BbicoTa 23-33 MKM U mupuHa 2-3.8 MKM) U OBaJIbHBIMHU siipaMu (5.9x3.9 Mxm),
pacnonararomumucs B cepeaune kietku (Pucynox 3.4.33). Kuerku cynpapaiysispHOro SHUTENUs
BBIJICTISIIOT AKCTPAKJIETOUHBII MaTpUKC, KOTOPBI OKpY>KaeT 3yObl paayiibl. Ha monmyTOHKMX cpe3ax BHIHBI
AIlOKPUHOBBIE I1y3bIPbKHM, KOTOPBIE OTLIHYPOBBIBAIOTCA OT KJIETOK CylpapaaysisipHOro snurenus. B
CpeIHel JacTHu paay’bl (B 30HE CO3PEBaHMS U 3pENbIX 3yO0OB) Cympapady isipHBIA SMUTEIHHA BIUIOTHYIO
noaxoauT K 3yoam (Pucynok 3.5.21 n).

3oHa mnponudepanuu pacroyiaraeTcid B JaTepaibHBIX YacTSIX pPaayJSIPHOTO MeIIKa B 30HE
dopmupoBanus panyisl (Pucynok 3.5.22 a-B). KieTku UMerOT HesiCHbIE TPaHUILIBI M HE POPMUPYIOT YETKOTO
psna. Snpa 3TUX KJIETOK OKPYIJIbIE U CYLIECTBEHHO MEJbYe AP APYTUX KIETOK (10 2 MKM).

bykkanvnwiii komnnexc Eubranchus rupium

PoroBoe oTBepctre E. rupium pacrosioskeHo aHTepO-BEHTPAIbHO, OKPY)KEHO HAPYKHBIMU I'yOaMu
U TPOJOJDKAeTCsl pOTOBOM TpyOKOH, KOTOpas MepexoJuT B OyKkalbHyl0 mojocte. OTBepcTue B
OYKKaJIBbHYIO MOJIOCTh OKPYKEHO OyKKaabHbIMU TyOamu (PucyHok 3.5.23 a, B; 3.5.24 a). [Ipaktudecku Bcst
OyKKajibHasl MMOJIOCTh HANpPOTHB pabouyero Kpas palyJibl BhICTIaHA YEIIOCTHOM IutacTUHKOM. [lumeBon
OTXOJIUT C JOpCANbHON CTOPOHBI OYKKadbHOW TOJOCTH U BBICTIIAH KIETKAMHU C MHOTOYHCIEHHBIMH
XUTUHOBBIMH BepeTEHAMU B anMKaibHOU yacTu (PucyHok 3.5.24 a, B).

BykkanbHplii koMruiekc E. rupium cocTouT W3 TJIOTOYHOTO BOOPYKEHHS, IMPEICTaBICHHOTO
panxyJIoN M 4YEIOCTSIMH, U BHYTPEHHEH M BHEIIHEHW MYCKYJATypbl. byKKaJbHas MyCKyjaTypa BKJIIOYAET
BHEIIHHE M BHYTPEHHHE OyKKalbHble MBIl BHemHsas OykkanbHas MyCKyJaTypa IpeacTaBieHa
OTKpPBIBATEIISIMU OyKKaJIBHBIX TYO M BEHTpaIbHOTO OyKKaibHOTO TIpoTpakTopa (Pucynok 3.5.23; 3.5.24 a,
6). OtkpbiBatenn OyKKalbHBIX T'yO0 (OPMHUPYIOT MBILIIEYHOE KOJBLO BOKPYT POTOBOTO OTBEPCTUS U
IPOJOJKAIOTCS BJIOJIb OYKKaJIBHOTO KOMILIEKCA Ha3ad, KPEIsiCh K CTEHKE Tesla. BeHTpanbHble OyKKallbHbIE
IPOTPAKTOPHI PaCIoiaratoTcs 1Moj OyKKalIbHBIM KOMILJIEKCOM U COEIUHSIOT 3a/IHIOK0 YacTh OyKKaJbHOTO
KOMIUIEKca B HIKHIOK Ty0y (Pucynok 3.5.23; 3.5.24 a, 0).

MaccuBnbie mapHble demtoctd (Pucynok 3.5.24 1) mokpeiBalOT Okono 75% OyKKambHOTO
xomiutekca. Kak u y D. frondosus, yenroctu o Oombliieil 4acTH pacroiararoTcs B JIATEPabHBIX CKIIJIKaX
OYKKaJIbHOTO 3MUTENHS, TJIe OHU U cuHTe3upytoTcs (Pucynok 3.5.24 6). B cBoGonHo# wacTu, KoTopas
BIa€Tcsi B OYKKaNbHYIO IMOJIOCTh, (POPMHUPYIOTCS KE€BaTeJIbHbIE OTPOCTKH YENIOCTeH C OJHUM PSIOM

KOHUYECKHX 3yOII0B 10 BHENIHEMY kpato (Pucynok 3.5.24 1, e).
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Pagyna E. rupium tpéxpsanas. LleHTpanbHblii 3y0 JOBOJBHO KPYIHBIH, C MOAKOBOOOpPa3HBIM
ocHoBaHWEM. Brpicora 3y0a OT OCHOBaHHSA 10 BEpXyIKH OKoJo 49 mkM. TepMuHaIbHBIN 3yber
BJIaBJICHHBIN, C KaXKIOW €ro CTOPOHBI pacmoiiaratotcs no math 3youos (Pucynok 3.5.24 x). JlarepanbHble
3yObl UMEIOT HIMPOKHE, MOYTH KBaJpaTHbIC, OCHOBAHUS U yAJIMHEHHBIE TpeyroibHble 3yOusl (PucyHok
3.5.24 x, 3). Ha paboueii moBepxHOCTH 0J0HTOGOpA LEHTPaAIbHBIC 3yObl 00pa3yloT psij, MOXOXKUN Ha
UPKYJISIPHYIO MUY, JJaTepajibHble 3y0 MPIIKAThl K paaysipHOM MeMOpaHe, UX BEPXYIIKH JIeKAT MEXITY
psiiaMu LIeHTpaibHbIX 3y00B (Pucynok 3.5.24 3).

Panyna ¢opMupyercs B ciemoM KOHIE paayJsipHOTO MEIIKa. Pamy sipHbIi MEMIOK KOPOTKUH, HE
BBIXOJIUT 32 rpaHuily OykkaabHOro Komiuiekca (Pucynok 3.5.23 a; 3.5.24 a), Tak ke kak u 'y D. frondosus.
HemHorouunciaeHHble 0JJOHTOOIACTHI PACIIONAralOTCsl B paayJIipHOM MEIIKE TEPMUHAIBHO, OHU KpYIIHEE,
4yeM OKpy’Karolue KieTku (nocturarot 17-20 MkM B BeIcOTYy U 7,5 MKM B mupuHy) (PucyHnok 3.5.24 r). I1o
THCTOJIOTHYECKAM  OCOOCHHOCTSIM ~ OTJIMYUTH OJIOHTOONACTBI OT MEMOpPaHOONIACTOB MPAKTUYECKH
HEBO3MOKHO.

OHnmocerne3 OYKKanibHO20 KOMNIEKCA

Onrorene3 OyKKaJIbHOTO KOMILIEKca E. rupium Obut u3y4eH Ha CTaausx OT CBOOOIHOIUIABAIOIETO
BeJIUTepa JI0 MOJI3aI0MIEH IOBEHUIIbHOM 0COOH C HECKOJIBKUMH XOPOIIO Pa3BUTHIMH CIIMHHBIMU MATHIIIAMH.
OcHOBHOE BHMMaHHE YJAESIOCH 3aKJIAJKE MBIIIEYHOM CHCTEMbI, KOTOpas Oblla HM3y4eHa C IOMOILbIO
METOJIOB UMMYHOITUTOXUMHUYECKONH OKPAaCKH M KOH(OKAIBLHOTO JIa3epHOT0 CKAaHUPYIOIIET0 MUKPOCKOIA.
Benurep E. rupium uMeeT BBITSHYTHIN Ppo3padHblii MpoTokoHX (Pucynok 3.5.25 a). Ha cragum Bemurepa
3aKJIQJABIBAIOTCS. MBIl OyKKanbHOro kKomiuiekca (Pucynok 3.5.25 0), BkiIo4as peTpakTopbl pajyiibl,
MPOTPAKTOPBI Ofl0HTOOpa U OyKKambHBIE MpoTpakTopsl (PucyHok 3.5.25 B, T, €), a TakKe BHEIIHAS
MyCKyJlaTypa OyKKaJbHOrO KoMIuiekca (oTkpbiBaTenu BHemHUX ry0) (Pucynok 3.5.25 n, Bpeska). U3
TJIOTOYHOTO BOOPY>KEHUS MO3THUI BeIUrep HEc€T paayiy, KoTopas cocTouT u3 7-8-u psaos (Pucynox
3.5.25 n). OceBumii Benurep CKUIBIBAET MPOTOKOHX M MMeEET yepBeoOpa3Hblil Bua 6e3 manuiul (Pucynok
3.5.25 x). Pagyna u yenroctu y E. rupium Ha 3To#i cTaauu xopoiio npezcrasieHsl (PucyHok 3.5.25 3, M,
H). MyckynaTtypa COOTBETCTBYET MYCKyJaType OYKKalbHOIO KOMILUIEKCAa B3pOCIHBIX 0cOo0el co BceMH
OCHOBHBIMHM TpYIIaMH MBIIII PETPAKTOPHI Paaylibl, OyKKadbHbIE MPOTPAKTOPHI, MPOTPAKTOPHI
0JIOHTO(OPA, 3aKPHIBATEIN U OTKPHIBATENN YEIIIOCTEH U OTKpbIBaTeIN BHEMIHUX I'y0 (PucyHok 3.5.25 u-0).
JanpHeiiee pa3BuTHE OYKKAIBHOTO KOMILJIEKCA MMPUBOAMT K (POPMUPOBAHHUIO XOPOIIO PA3BUTHIX MBIIII] U
MOJIHOMY Pa3BUTHIO TJIOTOYHOTO BOOPYKEHUSI.

Panyna oceBmMX MOBEHWIBHBIX 0c00eii Ha pabodeM Kpae TMpelacTaBieHa TpeMs 3yO0amMu B

MOTIEPEYHOM Py U UMEET B3pociyto KoHpurypamuio (Pucynok 3.5.25 3). OHTOreHeTHYeCKUE H3MEHEHHSI
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PamyIIBl COCTOST B YBEITUUCHUH Pa3MepPOB 3y0OOB U YBEIIMICHHH OOKOBBIX 3yOIIOB Ha IIEHTPaILHOM 3y0€ (0T

JBYX 3yOIIOB HA paHHUX CTAUAX O YETHIPEX Yy MOJI3AI0IIECH MOJION).

DORIDINA

Hawubonee moapoOHO cTpoeHue OyKKambHOTO Komiuiekca Obuto mccienoano y Cadlina laevis,
0COOCHHOCTH CTPOCHUSI OJIOHTO0JIACTOB OBbLIM OMKCaHbI elié y 0HOTrO BUaa Aopua — Vayssierea elegans.
Cadlina laevis, coriacHo IuTepaTypHBIM JaHHBIM, TYOKOEH, KOTOPBIH IHIMPOKOH pajysiol cockpebaeT
nemocnonruii (Demospongiae) (Belmonte et al., 2015). CorsiacHo HamuM JaHHBIM, B eKaJIbHBIX TIEJICTAX
U B OyKKaJIbHOM IOJIOCTH OBbLIM OOHApy>KEHbI KarCyJjbl CTPEKATEIbHBIX KJIETOK TMIPOUIHBIX, a TaKXKe
JOMHUKH TUATOMEH, YTO MOXKET CBUETEILCTBOBATh O COCKPEOBIBAaHUM € TYOOK oOpacTanuii. Bropoil Bun
— Vayssierea elegans — cBepiimibIUK, KOTOPbIH nuTaetcs Bunamu Spirorbis (Annelida), oouraromumu B
CHHMpaJIbHBIX U3BECTKOBBIX TpyOKax (Baba, 1937).

bykkanvnwiii komnnekc Cadlina laevis

PoroBoe otBepctre C. laevis pacronaraercs Ha BEHTPAJIbHONH CTOPOHE M OKPYKEHO BHEIIHUMH H
BHYTpeHHUMH ryoamu (Pucynok 3.5.26 a, 6, 1; 3.5.27 a; 3.5.28 a). [IpocBeT rinotku TpeyronbHslii (Pucynok
3.5.27 6; 3.5.28 6). Cpa3y 3a BHyTpEHHUMHU I'y0amMH BEHTPAJIbHYIO U JIATEPATbHYIO CTOPOHBI OYKKaIbHOM
MIOJIOCTH BBICTUJIAET JIa0uabHas KyTHKYJIa upuHoi okoso 150 mxm (Pucynok 3.5.26 n; 3.5.27 a-B; 3.5.28
a-B). Pacnonoxenue mabuanpHOW KyTuKynasl C. laevis ominmvaeTcs OT pPAaCIONOKEHHS YeTroCTei
KIago0panxuil. Y Bcex NpeacTaBUTeNled KiIaJo0paHXWil YeNIoCTH 3aHUMAIOT JI0pCO-JaTepalibHOe
NOJIOKEHHEe B OYyKKaNIbHOW MOJOCTH, a jabumanbHas kyTtukyna C. laevis — BeHTpo-nmarepanbHoe.
JlabuanpHas KyTHKyJIa YcesHa JBYX-TPEX3YOBIMH pOJJIETaMH, PACIOJNIOKEHHBIMH B 17-19 mioxo
opranu3oBaHHBIX psiioB (Pucynok 3.5.27 B-n). Beicota poasnera coctasmsiet 11-12 MxMm.

Panyna mmpoxasi 1 OTHOCUTENBHO KOPOTKasA: B paclpaBiI€HHOM COCTOSIHUU MIHpUHOM 10 800 MKM
u amuaoit o 1800 mxm (Pucynok 3.5.29 a, 6). BeimeneHnas pagyna HAmoJIOBHHY CBOOOJHA OT
OKpPY aloIero JMHUTENUs, a HAIMOJIOBUHY pACIIONAraeTcsl B pagyJIipHOM MeEIIKe, JUaMeTp KOTOpOro
nocturaetr 250 mxm (Pucynok 3.5.39 0). Pagyna B pagynapuom memke cBépHyTta (Pucynok 3.5.29 n).
[{eHTpanbHBINA 3y0 paaysibl MEJTKHMA, ¢ 4-Ms OJJMHAKOBBIMA TEPMHUHAIILHBIMU 3yOriamu (Pucynok 3.5.29 e).
JlatepanbHbIX 3y00B 0K0JI0 20 ¢ Kax/10il cTOpoHbI OT HeHTpaidbHoro (Pucynok 3.5.29 e). JlatepanbHble
3yOBI MEHSIOTCS 110 (hOpME OT KPIOYKOBHUIHBIX C KPYITHBIM TEPMUHAIBHBIM 3yOIIOM M MEJIKHUMH 3y OUHKaMH
¢ 00enX CTOPOH OT HEro J0 CEPIOBUIHBIX C MEIKUMU 3yO0unKaMu 1o BHentHeMy kpato (Pucynok 3.5.29 e).

3ona opmupoBanus panynsl (Pucynok 3.5.29 6) pacmonaraercs B CIIEIIOM KOHIIE paayJisipHOTO
MEIIKa, TJIe OH, CY/Isl IO BHEIIHEH Mopdosioruu, ciado pa3aeniéH Ha ABe nojoBuHb (Pucynok 3.5.29 B, r).

CornacHo TUCTOJIOTHYCCKOMY CTPOCHUIO Pa3ACICHUC Ha ABC IMOJOBUHBI OCYHICCTBIIACTCA KOJJIOCTUIICEM,
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KOTOPBIH 110 CYTH SIBJISIETCS YTOJIIIEHUEM COSTMHUTEILHOTKaHHOM 000m0uku (Pucynok 3.5.31 a, B). Pagyna
3arubaetcs, 3axoas B 3TH mojioBuHBI (Pucynok 3.5.30 a, 6, r, €). OnoHTOOMACTHI pacIoyiaraloTcsi Mo
nepumeTpy 30HbI hopmupoBanus (Pucynok 3.5.30 B, 1). MeMOpanob6macTsl — cpasy 3a 0JJOHTOOIACTaMU
(pucynok 3.5.30 B, e; 3.5.31 a, 6). PagynsapHblii MEIIOK MOKPBIT COEAMHUTEIBHOTKAHHOW 000JI0YKOM
(Pucynok 3.5.31 a, 0, B).

Yavmpamonkoe cmpoenue nabuanvroti kymuxynel. JlabuanpHas KyTHKYJIa COCTOUT U3 JIBYX CIOEB:
JIEKTPOHHO-TUIOTHOTO BOJIOKHUCTOT'O BHEKJICTOYHOTO MaTpukca ToyuHoi 4-10 mxm (PucyHok 3.5.32 a)
U POJUIETOB, OCHOBAHME KOTOPBIX IOTPYKEHO B IOMOreHHbIM MmaTpukc (Pucynok 3.5.32 a). Pomers
dopMuUpYIOTCA KJIETKaMU THATO3IUTENHS B JJaTepabHbIX CKIIaAKax OykkanbHoOU nojoctu (Pucynox 3.5.32
a). Ogun rHaToOnacT hopmupyet oauH poaieT (Pucynok 3.5.32 a). 'HaTo61acThl — BBITSHYTHIC KJIETKH,
JIOCTUTaIONIMe B BBICOTY 36 MKM, C OBaJbHBIMM SIpaMM, PaclOJIOKEHHBIMU B LieHTpe. ['HaToOmacThl
COCIIMHEHBI aAre3uBHBIMU KoHTakTamu (PucyHok 3.5.32 B). B anukanbHoi yacTu rHarobiacta Oobmioe
Kon4yecTBO XUTHHOCOM (Pucynok 3.5.32 6). MukpoBwuIM 10 3 MKM NPOHUKAIOT B (POPMHUPYIOIIHICS
pomiiet (Pucynok 3.5.32 0), MUKpOBHJIJIM COCEHUX KJIETOK TaK)Ke€ IMPOHUKAIOT B POJUIET, HO HE OoJblIe
yeM Ha 1 MkM (Pucynok 3.5.32 B-r). ToHOMIaMEHTBI IPOXOAAT B ATUKO-0a3aJIbHOM HAIlpaBJIEHUH KIJIETOK
¥ 3aXOJT B MUKPOBHJUTHA C(POPMHUPOBAHHBIX poyteToB (Pucynok 3.5.32 B).

Yavmpamonkoe cmpoenue padynvl u 301l popmuposanus padynsl. PopmupoBaHue 3y00B payJibl
MPOUCXOAUT Onarogaps MHUKPOBWIUIIPHOW CEKPELUU 000HmMOoOIAcmos8, KOTOPbIE pacroiiararoTcs
JaTepaIbHO U BEHTPAIBHO, BI0JIb M3TH0a paxyiisl (PucyHnok 3.5.31 r). CornacHo TpéXMEpHOM MOIETTH 30HBI
dopmupoBaHusl panyiel OAUMH 3y0 cuHTe3upyercs Tpems ogoHToOnactamu (Pucynox 3.5.30 n),
pacrnonoxeHHbIMu B oauH pan (Pucynox 3.5.33 a, 6). OnoHTOOMACTHl MPEACTABISAIOT COOOM KPYIHbBIE
BBITSIHYThI€ (BbICOTOM 40—45 MKM) KJIETKH ¢ 0a3aJIbHO pacoyoKeHHBIMU OBAJIbHBIMU sijpaMu (JynHOH 10—
25 mxMm) (Pucynok 3.5.33 a, 6). Ha ynpTpacTpyKTypHOM YpPOBHE ITUTOIUIa3Ma OJOHTOOJIACTa DJIEKTPOHHO-
IUIOTHAsl, ¢ MHOTOYMCJICHHBIMU pubocoMamu. B anukanbHON yacTH KJIETKH OOHAPYKUBAIOTCS XMUTOCOMBI
(muametpom 0,05-0,1 mxm) (Pucynok 3.5.33 B). AnukangpHas MOBEPXHOCTh OJIOHTOOJIACTOB HECET
MUKPOBWIIM JUIMHOM 3 MKM, KOTOpbIE MPOHHUKAIOT B MaTpHUKC 3y0a. CpeaHsisi 4acTb KIETKU COACPKHUT
MHOXECTBO MEJKHX Iy3bIpbKOB M MHUTOXOHIpuH (Pucynox 3.5.33 B). PagynspHblii MENIOK MOKPBIT
COETMHUTENILHOTKaHHOU 000m0uKoii (Pucynok 3.5.33 a, ).

Membpanobracmel pactioararoTcs 3a 0JI0HTO0IaCTaMU ¥ 00pa3yIOT €IMHBIA BAHK, BBIJCIISIOIINN
panynsapuyto memOpany (Pucynok 3.5.31 6, B). MemOpaHOOIacThl TPEACTABISIOT COOOM BBITSHYTHIC
KJIETKH (BbICOTOM 40—45 MKM) C OBaJIbHBIMHU IpaMHU, PACIIONIOKEHHBIMU B ocHOBaHuH (Pucynok 3.5.31 0).
MemOpaHoOIacTbl  MMEIOT — AJIEKTPOHHO-TUIOTHYIO — IIMUTOIUIA3My, COJEPKAallyl0 MHOTOYHCICHHBIC

puOOCOMBI, XOpOIIO Pa3BUTHIA IIEPOXOBATHINA SHIOMIA3MATUUECKUI PETUKYIYM M KOMILIEKC [ OnbmKu.
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AnuKanpHas MOBEPXHOCTb KJIETOK HECET MUKPOBWILIM JJMHOM 4 MKM, MPOHHUKAIOUIME B PaaysIsSIpHYIO
MeMOpany (PucyHok 3.5.34 a). B anukanpHBIX 4acTAX KJIETOK pacrojiaratoTcs 6a3aabHbIC TENbIA, 3/1€Ch Ke
KJIETKA COEIUHSIOT aJre3uBHbIC KieTouHble KOHTakThl (Pucynox 3.5.34 a). HoBocuHTe3mpoBaHHas
MeMOpaHa HeOJHOPOIHAs, JJIeKTPOHHO-TUIOTHAs (PucyHok 3.5.35 a). [To Mmepe co3peBanus pagyia B IeIOM
CTaHOBUTCS 0oJiee IIeKTpOHHO-TII0THOU (PucyHnok 3.5.35 B-T).

Cynpapaoynapuwviti snumenuti HeOgHOPOAHBIW. KieTkm pasHol (opMBI pacrmoyiararoTcss Hal
paaynoi u 3axoaaT Mexay 3ybamu (Pucynok 3.5.31 a, 6), yuacTBys B co3peBanuu 3y6a. BeicoTa kieTox
3aBHCHUT OT UX PACIIONIOKECHHS: Y JIaTEPATbHOTO Kpasi paayJIIpHOrO MEIIKa OHH UMEIOT BhICOTY 30—35 MKM,
a B cpemHelt yactu paayisipHoro memka — 70-80 mxMm. CynpapaayssipHeId STHUTEIHA 00pa3yeT TSKH,
BIAIOIINECS MEKIY paay IIpHBIMHU 3y0aMu U okpyxaromue ux (Pucynok 3.5.35 6, B). ITo ganasim TOM,
LHUTOIUIa3Ma KJIETOK CYNpapaaysisIpHOrO SIUTEIUS 3JIEKTPOHHO-IUJIOTHAS, COAEPKUT MHOTOUYUCIICHHBIE
prOOCOMBI, BE3UKYJIbI U KpyIHbIe MUTOXOHIpUH (PucyHok 3.5.35 B).

MeMOpaHO0O0IaCThI IEPEXONAT B CYOpAOYIAPHbIL dnumenuil, KOTOPBIUA MOACTHIIAET paayJly Ha BCEM
e€ npotspkeHuu (Pucynok 3.5.31 a-B). CyOpaayIapHBIi STTUTENHI COCTOUT U3 CTOJIOYATHIX KJIETOK BBICOTOM
11-15 MKM ¢ OBaJbHBIMU SIPaMU, KOTOPBIE pacmonaratoTcs 6a3anbHo (Pucynok 3.5.35 a) unu 3aHuMaroT
HeHTpagbHoe nonoxenue (Pucynok 3.5.35 6, r). Kietku cyOpaayisspHOTO SMUTENHS UMEIOT 3JIEKTPOHHO-
IUIOTHYIO IIMTOIUIa3My, COJIEPKALYI0 MyYKH TOHO(UIAMEHTOB, IPUKPEIUIEHHBIX B alMKaJIbHON YacTU K
panynsipHoil MmemOpaHe, a B 0a3anbHOI YacTH — MOJyJIecMOocoMaMu K OazanbHOM miuactunke (PucyHok
3.5.35 6, r). lllepoxoBaTelii PHIOMIA3MATHUYCCKUI PETHKYIyM Xopoiro pas3Bur (Pucynok 3.5.35 B).
AnuKanpHash MOBEPXHOCTh KIETOK CyOpaaylspHOTO SMUTENUsS HECET KOPOTKHE MHUKPOBHILIH, KOTOpPHIE
3axX0/IAT B paay isipHyto MmeMmOpany Ha 0.5 mxm (Pucynok 3.5.35 a).

Byxkansusiii komnaekce Vayssierea elegans

PoroBoe otBepcTre V. elegans pacrosaraercsi BEHTPaIbHO U MPOJIODKACTCS POTOBOM TPYOKOH,
KOTOpasi MEPeXOoJUT B OYKKAJIBHYIO IMOJIOCTh. ByKkajabHBIN KoMIUiekc opraHoB V. elegans cocrout u3
MOIIIHOW BHYTpPEHHEH W BHeIIHeH OykkanbHOU Myckynarypsl (Pucynox 3.5.36 a, ©6) u pamymnspHOro
anmnapara, YelIIOCTH OTCYTCTBYIOT. [InIeBoT OTXOUT OT 1opcaibHON CTOPOHBI OyKKaIbHOM MosiocTH. JBa
XOpOIO pPa3BUTHIX KapMaHa MHIIEBOJA PACIOJIaraloTCs HaJl TEPMUHAIBHOW YacThIO PaayJIsIPHOTO
Bnaranuima (Pucynok 3.5.36 B, r; 3.5.37 a, B). PanynsapHslii annapar, BKIIOYAOMIHA paayity U 0JOHTOdOp,
pacrioyiaraeTcsi Ha BEHTPAIbHOW CTOpoHEe OykkaimpbHOTO KoMmIuiekca (PucyHok 3.5.37 a). Xpsamm
oJIoHTO(Opa WM paayJSIpHBIM BalMK OTCYTCTBYIOT. B carutranbHOM paspe3e ofgoHTO(POp UMEET BUJ
JTUHHOTO (10 400 MKM JUTHHOM ) 1 y3KO0T0 (tupuHoit 10 80—90 MkM) MbItieuHOro cTepkHs (PucyHok 3.5.36

B; 3.5.37 a).
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Buemnsis OykkanpHasi MyCKyJlaTypa BKJIIOYAeT TPU MBIIIIBI (PaCUIMPUTENN OpallbHOM TpyOKH,
OTKpBIBaTENIb BHEIIHUX T'yO, OyKKanbHbIM TeH30p). BHyTpeHHss OykkanbHas MyCKyJaTypa BKIIOYAeT
MHOT'O pa3HbIX MBI, UX KOTOPBIX CaMble KPyHHbIE — 3TO OYyKKalbHbIM CQUHKTEp, pamdysIsipHBII
PETPaKTOpP, PETPAKTOPHI PAAYJIAPHOTO MEIIKa, peTpakTopsl oJoHTodopa (Pucynok 3.5.36 a, 6; 3.5.37 a-B).

B nmomnepeunom paay paayiisl V. elegans miects 3y00oB (4eThIpe JaTepaibHbIX U JIBa MAPTHHAIBHBIX ).
Panymna cocroutr m3 35-40 psgoB. LleHTpanbHbIA 3y0 peaylHpOBaH 10 KYTHKYJSAPHOTO YTOJIICHUS
(Pucynok 3.5.38 a). BuyTpenHue naTepaibHble 3yObl LIMPOKHE W YIUIOIIEHHBIC, HECYT JBE Mapbl
KPIOYKOBUHBIX 3yOII0B: BHYTPEHH:S apa 3yOLI0B IPUMEPHO B TPH paza Kopode BHEIIHeH napsl. Bueniaue
JaTepaibHble 3yObl TakKe IIHPOKHE U YIJIOMEHHBIE B OCHOBaHUM. Kaxkablii BHEIIHUIN J1aTepalibHbIN 3y0
HECcET JBa JUIMHHBIX KpIOYKOBAThIX 3yOuMka. BHyTpeHHUIl narepanbHbli 3y0 B /Ba pasa JJIMHHEE
BHEIIIHETro. MapruHanpHble 3yObl UpoKkue 0e3 3y0unkoB. BHyTpeHHUi Kpail MapruHaabHOro 3y0a umeer
BBICTYII Y HUJKHETO Kpas; BHEIIHUH Kpail cierka n3oruyT (Pucynok 3.5.38 a).

®opmupoBaHue pajaysibl MPOUCXOJUT B CIENOM KOHIE paayisipHoro wmemka. Lluromiaszma
OJIOHTOOJIACTOB COJNEPKUT PUOOCOMBI M XOPOLIO pPa3BUTHIA ILIEPOXOBATHI 3HIOIIA3MATUYECKUN
peTuKyJIyM. B anukanbHbIX 4acTsAX OJOHTOOJACTOB MOKHO OOHApyXKUTh MHOTOYHCIICHHbBIE BE3UKYJIbI U
MUTOXOHJIpHH. MUKpPOBWIIN TIyOOKO NpoHUKaT B Qopmupytommiics 3y6 (Pucynok 3.5.38 0).
dopmupyrouecs 3y0obl 3JIEKTPOHHO-TIOTHBIE TOJIBKO B alMKAJIBHOM YacTH, a B 0a3ajbHOM MaTpUKC OoJee
peixibiid (Pucynok 3.5.38 6). ITo Mepe co3peBaHUs OHM CTAHOBSITCS TMOJTHOCTHIO AJIEKTPOHHO-TUIOTHBIMH,
KaK 3TO BHJIHO OJibke K pabodemy kparo pamynsl (Pucynok 3.5.38 B). Pamymsapras memOpana (2—3 Mkm
TOJIIIIMHOW) 3JIEKTPOHHO-TUIOTHAS W OJHOPOJHAs, Ha CAarUTTAJBHOM YIBTPATOHKOM CpE3€ 3aMETHBI
OpOJOJbHBIE TYYKH XWUTUHOBBIX BOJOKOH (Pucynox 3.5.38 n). CynpapanynspHblii 3NHUTEIHH
pacrnojiaraercsi Haja paaysioll U 3aXoIuT Mexay 3yOamu. KieTku cynpapaayisipHOro SMHUTENUs! BBICOKHE,
COEJIMHEHBl B aNUKaJIbHON 4YacTH aAre3uBHBIMM KOHTakTamM. l{uToruasma sneKTpoHHO-Ipo3payHas, ¢
BE3MKYyJIaMU B amnMKaJbHOW 4acTu Kaxjaou kietku (Pucynok 3.5.38 0, r). CyOpamymspHblii snuTenuit
pacronaraercs Mo paayJisipHOH MeMOpaHOM U COCTOUT M3 YIUIOMIEHHBIX (BbIicOTOM 10 MKM U MIMpUHON
25-30 MKM) KJIETOK C IEHTPAILHO PACIIONIOKEHHBIMH KPYIHBIMU SipaMH OBalIbHOU (Gopmbl (Pucynox
3.5.38 nm). LluTtoruasmMa KIETOK cyOpaaysIipHOTO OSMUTENNS 3JIEKTPOHHO-NPO3payHa M COAEPKUT B
anMKaJIbHON YacTH pUOOCOMBI U BAKYOJIU C 36pPHUCTHIM 3JIEKTPOHHO-TIFIOTHBIM COJIEPKUMBIM. MUKpPOBHILIH

NPaKTHYECKH OTCYTCTBYIOT ¥ HE MPOHHUKAIOT B paay isipHyto MmeMOpany (PucyHok 3.5.38 n).
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Oo6cy:xnenue
Oobwan opeanuzayus oykkanvrnozo komniexca Nudibranchia

Jiis TOn0Ka0epHBIX MOJUTIOCKOB XapaKTepHa CHUJIbHAsS paaualiis MUIIeT00bIBAHNS W THIIEBBIX
o0bekToB. [Tockoabky MoHodwmmms Nudibranchia He BeI3bIBacT COMHEHHS, TO MPU TAKOM Pa3HOOOpA3UH
NUIIEBBIX CIICIUATU3AIMHA 3Ta TPYIIA XOPOIIO TOAXOIUT [T U3yUSHHsI IBOJIIOIMOHHBIX ITPeoOpa3oBaHuit
NUIIEA00BIBATEILHOTO allliapara, aJanTaliyii K pa3HbIM CII0CO0aM MUTAHUS U BBISBICHHS CHHATOMOP(hUi
U napamuienn3mMoB. OObEKTaMU MUTAHHUS TOJI0KA0EPHBIX MOJUIIOCKOB MOTYT OBITh pa3iM4yHbIE MOPCKUE
JKUBOTHBIC: TYOKH, KHUJAAPUH, KOJIbYAThIe YePBU, MIIIAHKH, IPYTHE TOJI0KAOCPHBIC MOJUTFOCKH, aCIIHIUN
(Aboul-Ela, 1959; Cattaneo-Vietti, Balduzzi, 1991; Gobbeler, Klussmann-Kolb, 2011; Goodheart et al.,
2017; Johnson, 1992; McBeth, 1971; Young, 1969). Pa3uble rpynmbl royokabepHBIX MOJUTIOCKOB IIPH
MUTAHUH OJTHUM U TE€M k€ 00BEKTOM MOTYT 00JIaaTh pPa3HBIMH MUIIEI00BIBATEIFHBIMU CTPATETUSIMU U,
COOTBETCTBEHHO, pa3HbIM MuINeA00bIBaTebHEIM ammaparom (Belmonte et al.,, 2015; Cattaneo-Vietti,
Balduzzi, 1991; Ekimova et al., 2019; Korshunova et al., 2017; Valdés, 2004; Young, 1969), B T0 e Bpemst
JlaKe BHYTPH OJHOTO BHJIa MOTYT OBITh BBISBICHBI Pa3HbIC MEXaHH3MbI IUTAHUS U, COOTBETCTBEHHO,
MOIU(UKAIMK TIOTOYHOTO BOOPYXKEHUS. DTO XOPOIIO MOKAa3aHO HA OHTOTCHETHUYECKUX H3MECHCHHSX,
CBSI3aHHBIX C Pa3JIMYMsMHU JIUETHI Y FOBEHWIBHBIX B B3pocCibix ocooeit (Ferreira, 1977; Bickell et al., 1981;
Ocafia et al., 2004; Martynov, Korshunova, 2015). Takum 00pa3om, MOHMMaHHE (OPMHPOBAHUSA HU
OHTOT€HE3a TTIOTOYHOTO BOOPYIKEHUS SABIISETCS BAXKHBIM HHCTPYMEHTOM B PEKOHCTPYKITUH IBOJTIOLIMOHHBIX
npeoOpazoBaHnil U GUIOTCHUH TPyMIbl. HecMoTpsi Ha BaXKHOCTh MOP(OJIOTHH TJIIOTOYHOTO BOOPYIKEHUS,
JTAHHBIE TI0 YIITPATOHKOMY CTPOSHHIO M BO30OHOBIICHHIO PaIyJIbl U YEIIOCTEH OTCYTCTBYIOT. B pe3ynbrare
Haimieil paboThl BIIEPBBIE OBUIM TOJYYCHBI JaHHBIE 1O (HOPMUPOBAHHMIO YEIIOCTEH Yy Troj0KaOepHBIX
MOJUTIOCKOB, & TaK)K€ THCTOJIOTHYECKUM OCOOCHHOCTSIM 30HBI () OPMUPOBAHUS PATYJIbL.

Bce u3yueHHbIe BUIBI HCTIOB3YIOT pasHbii Tun nutanus. s Coryphella verrucosa xapakrepen
BCACBIBAIOIIC-U3METLYAFOIIHIA THIT ITUTAHUS, TPH KOTOPOM THPOUTHBIH MTOJIUTT HE 3aXBATHIBACTCS PaIyJIOi
WIN JKEBATEIbHBIMU OTPOCTKAMH YEJFOCTEH, a BCACBIBACTCS B OYKKAJIBHYIO TOJOCTh, A€ UCTUPACTCS C
oMol paayisl. Dendronotus frondosus oGnagaer cMemaHHBIM THUIIOM IMUTAHHS: MEPEIBUTASACH TIO
cyOcTpaTy, cockpéObiBaeT BCE MOAPsAA, BKIOUas MeEJNKMX KHHgapui. Eubranchus rupium — »sto0
HACTOSIITUHN CBEPIMIIBITUK, KOTOPBIN JeNIaeT paayIol MEJIKUE JBIPKU B TEKE TUAPOUTHBIX ITOJIUIIOB, TIOCIIE
4yero BbIcachiBaeT IieHOcapk. bermomopckas Cadlina laevis, mo Bceit BepOSTHOCTH, COCKpEOBIBATEIND,
IUTaeTCs B OCHOBHOM ryOkamu. Vayssierea elegans sisnsiercs, Tak xe kak u E. rupium, cBepmIbIuKoM,

TOJIBKO TUTAETCS CECHTAPHBIMU aHHEINIAMU CIIUPOpOMCaMU ¢ TBEPIBIMHU U3BECTKOBBIMU TPYOKaMHU.
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B 3aBucMMOCTH OT THNA WHTAaHWS MHUINEAOOBIBATCIBHBIN ammapar o0JagaeT pa3HbIMHU
moaudukarmsmu. D. frondosus u C. laevis xapakTepu3yroTcst XOpOIIO pa3BUTHIM MBIIICYHBIM BaTHKOM B
0J0HTOOpE, KOTOPHIH obOecreYnBacT BMKCHHE pabouyero Kpas paayibl Brepéa-Hazal. DTOT BallUK
3aMEHsIeT XPSIIU Paaysbl y BUIOB CO CKpeOyIIMM TUIIOM muTanus. Y cepisimux BunoB V. elegans u E.
rupium ¢ moABMYKHBIM PaIyJIIPHBIM aIllapaToM MPOUCXOAUT PEIYKIIUS OMIOPHOU CTPYKTYpPBI 010HTOdOpA,
YTO CIIOCOOCTBYET YBEIMYCHHIO MOJBWKHOCTH panysbl (MBanoB, CrapoOoratos, 1990; Morse, 1966;
Katsuno, Sasaki, 2008), Heo6X01MMOMY TP CBEPJICHHH.

OCHOBHOE OTIIMYHWE YETIOCTEH KIago0paHXuil U JTOpUA — JIOKaIH3alusa B OYKKaJIbHOW MOJOCTH.
Jns kiagoOpaHxuil XapakTepHbl IAPHBIE MACCHUBHBIC YEIIOCTH, KOTOPBIC pacloiararoTcs JJI0pCco-
JaTepalibHO W TPAKTHYECKH MOKPHIBAIOT BCIO OYKKaJbHYI Maccy Hamoao0ue nuiema. Yemroctu
KJ1aJJOOpaHXHii BBIIOIHSIOT, C OJIHOW CTOPOHBI, MOICPKUBAIOIIYI0 (DYHKIIHIO ISl OYKKaJIbHOM Macchl, a C
JPYrod — y4acTBYIOT B JOOBIBAaHMHM IHIIM, KaK 3TO omucaHo, Hampumep, s Coryphella verrucosa, y
KOTOPBIX CBOOOJIHBIC Kpasi YEIOCTH, BBHICTYIAIOUIME B OYKKaJIbHYIO MOJOCTh, YYACTBYIOT B yICPKAHUH
HoJuna, KOTOPHIM OHM muTaroTcsa. I[lpu 3tom y MosumockoB poaa Dendronotus, mwuraromuxcs
CTPEKAIOLIMMHU B TEMH, KTO UCIIOJIb3YET CTPATETUIO PE3KOT0 3aXBaTa, JKEBATEIbHBIC OTPOCTKH MPUHUMAIOT
ydacTHe B nepekychiBanuu ctediis xepTsbl (Lambert, 1991; Ekimova et al., 2019). Onnako GeoMopcKHii
D. frondosus ob6namaer ckpeOyimm tunoM nuiieaoosBanus (EKimova et al., 2019). Bepostaee Bcero,
OCHOBHOU (DYHKITHEH YeTroCcTeil B TaHHOM citydae OyIeT He 3aXBaT 100bIYH, a 00ECIeYeHHE IeTIOCTHOCTH
OYKKaJIbHOTO KOMILJIEKCA OPraHOB M MPEJOTBpAIICHHE BBIMAJICHUS MHIIHM MPH TIOTaHUH. JKeBaTenbHbie
OTPOCTKHM € 3yOUMKaMu 4emntocTeil E. rupium, BeposiTHO, BBITIOJNHSIOT (DYHKIIMIO 3aKPETUICHHS Ha MOJIHIIE.
JHus Cadlina laevis xapaktepHa mmpokas pajaysia ¢ OOJbIIUM KOJUYeCTBOM 3y00B. Takoi THI paysibl
BO3HUKAET B Pa3HBIX TPYIIAaxX racTPOIOJ MPH MEePexoje K MUTaHHI0 ryokamMu. B OyKKaaIbHOM KOMILIEKCE
C. laevis, kpome pamyibl, pa3BHBaeTCS XapaKTepHas, MO-BHIMMOMY, I BCEX JOPUA BEHTPAJIBHO
pacroyio’keHHast JTabuaiibHasl KyTHKYJa ¢ MHOTOYMCIICHHBIMU pojuieTaMu. OYeBHIHO, Takas CTPYKTypa
MOMOTaeT CKPeCTU ryOKH.

BenrtpanbHOe MONIOKEHHE Ta0UaTbHON KYyTHKYJIBbI JJOPU] YHUKAIBHO [UIs TaCTPOIIO M, BEPOSTHO,
BO3HHUKJIO de Novo. OHaKo, 1Mo nepcoHanbHbIM coobiieHusM E. HabaH, Takoe ke MOJOKEHNE YSTIOCTHBIX
oOpazoBanuii xapaktepHo aias punrukynun (Ringiculidae), koropeie M0 HEKOTOPHIM MOJEKYIISIPHBIM
JIAHHBIM SBIISIIOTCS Oa3ansHOM rpynmoi Euthyneura (Ringiculidae+Nudibranchia), B cBsi3u ¢ uem Bo3HHKaeT
Hepas3pelnMblii Ha JaHHBII MOMEHT BOIPOC: MOSBWJIOCH JIM BEHTPAIHHOE PACIOJIOKECHUE YCITIOCTHBIX

9IIEMEHTOB HE3aBUCHMO Y Pa3HbIX IPYIIT WM ObLIO TIe3MOMOPQHBIM cocTosiHueM aist Euthyneura.
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Bo3zoonoenenue uenrocmeii

BriepBbie OBLIIO MPOBEICHO MCCIIEOBAHUE YIIBTPATOHKOTO CTPOSHHSI M BOZOOHOBIICHUS YEIIOCTEH
roJ10’Ka0epHBIX MOJUTFOCKOB, KOTOPOE MOKA3aJ10, YTO MOHOJIUTHAS TUNTACTHHKA KJIa00paHxuil hopMupyercs
Onarogapsi MUKPOBIIUISIPHON CEKpEeIuu THAaTOOJIaCTOB, JTOKAIM30BAHHBIX B JIBYX TOYKaX POCTa: B 3aIHUX
YyacTsAX IUIACTHHOK W Ha TepelHeM Kpae, TZIe pPAacCIOJIOKEHBI JKEBATENbHBIE OTPOCTKH. Takyro ke
JOKaJM3alMI0 30H (OPMHUPOBAHUS UYEIIOCTEH MOXXHO OTMETUTH JUIS YENIOCTeH MaTeJUIOTacTPOINON, Y
KOTOPBIX 33J{HHC U MEPETHUE KPbUIbs (OPMHUPYIOTCS BHYTPH CKIIAIKU THATOAIMTENHS, & PAOOUYMi Kpai
YENOCTH — C HaPYKHOH CTOPOHBI 3TON CKIIAJKH.

Hamnpotus, pomnersl Cadlina laevis ¢hopmupyroTcs B AMUTETHATBHON CKIIAAKE, PACION0KEHHON
BEHTPO-JIaTEPATIbHO ONKe K padodemy Kparo pamyibl. Kaxknelid pomsier oOpa3oBaH OJHOW KIIETKON
(rmarobmactom). JlaHHble 1O THCTONIOTHMYecKOoMy crpoeHuto BuaoB Cephalaspidae kocBeHHO
CBUJICTEJILCTBYIOT 00 aHAJOrMYHOM MeEXaHU3ME CHHTE3a, NpPU KOTOPOM OJlHAa KJIETKa rHarobiacta
cekperupyet oaun poiet (Fretter, 1939; Rudman, 1971), a raxxe k Caenogastropoda (Marisa cornuarietis
(Linnacus, 1758) (Architaenioglossa)) u Vetigastropoda (Puncturella noachina, (Vetigastropoda)).

Bo3zoonoenenue paoyni

Pagyna romoxaGepHBIX MOJUIFOCKOB He OBIBae€T TaKOM e JIMHHOM, Kak, Hampumep, y
naresutoractporoa. Kak mpaBuiio, pamyisipHbIi MEIIOK OYEHb KMITAKTHBIA M HE BBIXOJWT 32 TPAHUIIBI
OykkaibHOU Macchl. [TOCKOIIBKY Cpe/u TOI0Ka0epHBIX MOJUTFOCKOB HET HICTUHHBIX COCKPEOBIBATENICH, TO U
panyina octaércsi KopoTkoi. [1o 3Tol ke mpuunHe 3yObl paiyJibl €CIIU U MHHEPAITU3UPYIOTCSI, TO HECHUIIBHO.
Kak npaBuiio, MeIIok 1ebHbIN, He pa3aesi€éH Ha JIBE YacTH, 3a UCKIIIoUeHHeM mupokoi paaynbel Cadlina
laevis. Takoe pacriernsienre 3081 popMupoBanust paayisl C. [aevis mopblaeT WIomaab CEKPETHPYEMO
MIOBEPXHOCTH, YTO W TO3BOJSIET CHHTE3MPOBATH MIMPOKYIO paxyiy. OCOOCHHOCTBIO IIMPOKHX PaTyIl
HEKOTOPBIX TOJIO)KAOEPHBIX MOJUIIOCKOB, KaK W HEKOTOPBIX JPYTUX TeTepoOpaHxuil (Hampumep,
npezncrasuteneit Hygrophila u Eupulmonata, a taxxe Aplysiida), siBnsercs komtoctuis (Carriker, Bilstad,
1946; Curtis, Cowden, 1977; Mackenstedt, Mérkel, 1987; Morton, 1955; Peters, 1979). MBanos (1990)
paHee mpearnoarai, 9To GyHKIIMOHAIEHOE 3HAYEHUE ITOH CTPYKTYPHI B IIMPOKHUX PaaysIax 3aKIF0YaeTCs B
NPEJOTBPALICHUN CMOPIIMBAHUS 30HBI PAAYJIIPHOTO O0pa3oBaHUs TPH ABMKESHUH pamyibl. Jlms
roJ0’ka0epHbIX MOJUTIOCKOB KoJutocTwiib otMeueH y C. laevis u D. frondosus. Tlockonbky 3TH BHIBI
OTHOCATCSI K Pa3HBIM TPYIIIIaM TOJIOKA0EPHBIX, TO, BEPOSITHO, KOJUIOCTHIbL — 3TO OOJIbIIE aJanTHBHAS
CTPYKTYypa.

OCHOBHOI OTIIMYUTEIHHON YEPTOW OpraHU3aIMK 30HbI (OPMHUPOBAHUS SIBIISETCS MAJIOKICTOUYHOE
dbopMupoBaHre OIHOTO 3y0a paaynbl. JTa TEHICHIUS COXPAHAETCS y BCEeX rerepoOpaHxuii. 3yOs

CUHTC3UPYIOTCS MHUKPOBWIISIMH, KOTOpPBIE TPOHHKAIOT TIyOOKO B HOBBEIM 3y0. OmoHTOOMACTHI
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CYIIIECTBEHHO KPYITHEE KJIETOK BBICTHIIKH paay IsipHOrO Melnka. Eciu cpaBHUBATH abCOIOTHBIE Pa3MephI
OJIOHTOOJIACTOB Pa3HbIX BUIOB TOJ0XKAOCPHBIX MOJUTIOCKOB, TO MOYKHO OTMETHUTh pa3jH4KMe B pazmMepax
OJIOHTOOJACTOB MEXIy pa3HbIMH BHAaMH (M pagylaMH), a TakkKe pas3jiudhe OJOHTOOIACTOB,
bopMupyronmx pasHbie 3yObl B OQHON pamyne. Takum mpumepom siBisieTcs paxyia D. frondosus.
Lleurpansupiii 3y0 D. frondosus 3HauwmrTenbHO IIMpPe M MacCHBHEE, YeM JiaTepajibHbIe, a pa3Mep
OJIOHTOOJIACTOB  KOPPEIUPYET C pa3MepoM 3y0OB: OIOHTOOJACTHI ILIEHTPAIbHOTO 3y0a KpyIHee
OJIOHTOOJIACTOB JIATEPATBbHBIX 3y0OB, UTO MOKET OBITH OOBACHEHO TEM, YTO T'€TEPOOPAHXHUH MOIILTH IO My TH
YBEJIMUYCHUS pa3Mepa, a He Ynciia (Kak y APYTHX TPYIII TaCTPOIO) KIETOK, (GOPMHUPYIOIIHUX OAHMH 3y0, U
Ipd  HEOOXOJAMMOCTH CHHTE3MPOBATh KPYIHBIA 3y0 yBeJIMYMBAETCsS pasMep, a HE KOJIHUYECTBO
0JIOHTOOJIACTOB.
Onmozenemuueckue usmenenus 2iomounozo soopyxcenus Nudibranchia

OHTOreHEeTHYECKHE HM3MEHECHHUSI TJIOTOYHOTO BOOPYXKEHHs ObUIM IpociiexeHbl Ha Eubranchus
rupium. OCHOBHBIE 3JIEMEHTHI OYKKaIbHOIO KOMILJIEKCA 3aKJIaIbIBAIOT Ha CTAJNHU BEIUTEPa, KOT/1a JTMYMHKA
TOJIBKO TOTOBUTCS K OceaHmto. JIMuMHOUHAsI pajlyIia, Tak e Kak U y APYTHX racTPOIoI, 33 HCKIFOUCHHEM
[aTeJJIOracTPOIIo/, COOTBETCTBYET MO KOH(HUIYpamuu B3pOCIOW pamyie. UearocTH 3aKiaaablBalOTCs B
OCTOMOPHOHAIBHOM Teproge. POPMUPOBAHHE B3POCIIOH KOH(MHUTypamuud OYKKaJIbHOTO KOMIUIEKCA
CBSI3aHO C IIEPEXO0IOM K B3POCIOMY THITY IUTAHKsI CPasy MOCie OCENaHus, B OTIIMYKME OT MHOTHX IIPUMEPOB,
KOT/Ia TIIOTOYHOE BOOPY)KEHHE TOJILKO YTO OCEBIIUX MTOCTMETaAMOP(HBIX FOBEHIIBHBIX 0CO0EH OTIHYAeTCS
OT TaKOBOTO Yy B3pPOCIBIX U3-3a pasnuuus aueT B oHtorenese (Ekimova, Malakhov, 2016; Ekimova 2019;
Martinez-Pita et al., 2006; Nybakken, 1988).

I'10oTounoe Boopy:xkenue PTEROPODA

Pteropoda (mnm KpbUIOHOTHE) — 3TO IMeNarndyeckue rerepodpanxuu. Mopdosorusi rIoToOYHOTOo
BOOpYIKeHHUs1 ObUIa OoJiee MOAPOOHO UCCIeI0BaHa HA MPUMEPE TUIAHKTOHHOTO XHUIIHOTO 0E€3paKOBUHHOTO
mosutrocka Clione limacina (17 B3pocisix ocobeii 1 7 TMIuHOK). JIOTIOMTHUTENEHO CTPOSHHE 0IOHTO0JIACTOB
OBLITO MCCIIEI0BAHO IS APYroro IIaHKTOHHOTO Buaa rumHocoMaT Limacina helicina (8 B3pocibix ocobeii
1 6 mmunHoK). Clione limacina — 3To KpymHBIl MOJLTIOCK, BO B3POCIIOM COCTOSIHUH JIMIIEHHBIH PAaKOBHUHBI.
Bechb ero >kxu3HEHHBIN LMK IPOXOAMUT B TOJNILE BOJbI. DTO M30MpPATEIbHBIA XUIHUK, KOTOPBII MUTAETCs
JpYTHM TpeacTaBuTeneM rumaocomar — Limacina helicina. Bapocisie ocoou L. helicing, B otiuue ot C.

limacina, uMeroT TOHKYI0 pakOBUHY. BeCh MX KU3HEHHBIH [IUKJI TAKXKE MPOXOIAMT B TOJIIIE BOIBI.
PesyabTaTsl

Bykkanvuuiii komnaexc Clione limacina
bykkansusriii anmapat C. limacina cocrout u3 Tpéx map OyKKalbHBIX KOHYCOB — JIMIKHX IIyTIACIL,

YUYaCTBYIOLIMX B YAEp)KaHUU TOOBIYM, — Tapbl MBIIIEYHBIX MEIIKOB KPIOYHEB U PALYJISIPHOTO ammapara
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(Pucynok 3.5. 39 a-B). B pabouem cocTosiHIH OyKKaTbHBIE KOHYCHI, IIOKPHITHIE TAAIAMH, BBLACIISIOIIAMA
munkuit cexpet (Pucynok 3.5.39 1-€), CHIIBHO YUITMHSIIOTCS, @ MEIIKH KPIOYhEB PA3IBUTAIOTCS U HEMHOTO
BbIBopaunBatoTcs (Pucynox 3.5.39 a-B). HeGonbinas pamyna pacmonaraercss MEXAy MEIIKOB KPIOUbEB
(Pucynok 3.5.39 6, r). Bo BTSHyTOM COCTOSIHMM BCE 3TU CTPYKTYPBI Pa3IUUMMBI B BUJE TEMHBIX IISITEH Ha
BEPILKHE TOJIOBBI.

[[leneBuIHOE POTOBOE OTBEPCTHE CMEIIICHO HA JOpcaibHyI0 cTopoHy (Pucynok 3.5.39 B; 3.5.40 a,
6). PoroBoe oTBepcTre BeET B Y3KYIO0 OYKKAIBbHYIO MOJIOCTh, KOTOpasi 0€3 BUAUMBIX TPaHUL IEPEXOAUT B
numieBoy (Pucynox 3.5.40 a, 6). ITumeBox ymiomén ¢ 6okoB. C BEHTpalIbHONH CTOPOHBI OYKKAJIBHOM
MOJIOCTH pacrojiaraeTcs paayssipabiid Memok (Pucynok 3.5.40 a), a MemIku KproubeB — 1O OOKaM OT HETO
(Pucynok 3.5.40 6). B rucronorudeckom IjIaHe OHHU MPEACTABISAIOT COOOM WHBAarWMHAIMIO OyKKAJIBHOTO
SNUTENNSA, BOKPYI KOTOpPOM XOpOIIO pa3BUTa IONEpeYHass M KOJblLEBas MyCKyJarypa. Bcero
HACUMUTHIBAETCSI OKOJIO 27-30 KpIOUbEB, DPACIIOJIOKEHHBIX HENPABWIBHBIMM pPSAaMHM Ha JIaTepallbHOU
CTOpOHE MellKa. B ocHOBaHMM MelIKa KpIOYbsi caMble KpyIHbIE, a OMKe€ K anuKaldbHOM 4YacTH
ymenbmatores (Pucynok 3.5.40 B-T). B cIOKOMHOM COCTOSIHMM BEPXYIIIKH KPIOYHEB HEMHOTO BBIJIAIOTCS U3
metka (Pucynok 3.5.40 n).

Panyna nebonpmas (1o 800 MKM B [UIMHY), pa3MellaeTcs MExXAy MemKaMu KproubeB (Pucynox
3.5.41 a). PapynsipHblii MEIIOK KOPOTKHUI, HE BHIXOAMT 3a rpaHulibl ogoHTodopa (Pucynok 3.5.41 a-B). B
OJTHOM TIOTIEPEYHOM PSIy PaayJsibl pacrojiaracTcsl IMPOKHH HeHTpalbHbId 3y0 (Pucynok 3.5.41r) m
HECKOJBKO (7-12) KPIOYKOBUIHBIX JIaTepabHBIX 1O 00kaMm oT Hero (Pucynok 3.5.41 1, x). KonmnuecTBo n
pasmep JaTepaibHbIX 3yOOB MOXET yBeJIW4MBaThCs B oHToreHese. [lo manusiM COM y oaHOM ocobu
BBICOTA CO3PEBIINX 3y0OB B 30HE Jierpajanuu (camble crapble 3yOnl) cocTaBisieT 19-21 mMkM, a B paboueit
3oHe — 40-45 mxwm (PucyHok 3.5.41 B).

Panyny mnonactunmaer wmbimedHsrid ogoHTOdOp (puicyHok 3.5.41 6, B), cocTosAmuMii W3 TMaphbl
yAnuHEHHBIX BanuKoB (PucyHok 3.5.42 B-e; 3.5.43 a, 0). PagynspHblii BATMK COCTOHUT U3 YePETyIOIINXCS
JIpYr C JIPYroM IMpOAOJBHBIX M MomnepedyHblx MHouuToB (Pucynox 3.5.43 a). Ilapuble mpojoiibHbIE
PEeTPaKTOpbl paayibl pacrnojararTcs MOJ PaayJspHbIM MEIIKOM, IMPUKPEIUISIOTCS K CyOpaxylspHOMY
SIHUTEINIO B paboyei 30HE U UAYT Ha3al K MBIIIIAM y OCHOBaHUS Melka kproubeB (PucyHok 3.5.42 1, e;
3.5.43 6-r). Han pagysipHBIM MELIKOM PacIoiosKeHbl 0oiee pa3BUThIE JOPCATIbHbIE TPOO0TbHbBIE MBIIIIIBI
(Pucynox 3.5.42 B-¢; 3.5.43 B, 1). [IpoTpakTopsl 0,10HTO()OpA COSTUHIIOT OCHOBAHUS PATY IS PHBIX BATHKOB
(Pucynox 3.5.42 B-e; 3.5.43 0). [lonepeunsle OyKKajJbHBIE MPOTPAKTOPHI TOJCTHIE, PACIOJIOKEHBI

BEHTPAJBLHO MO paayJIIPHBIM alapaToM U CBSI3aHbI C MelKkaMu KproubeB (PucyHnok 3.5.42 B-e; 3.5.43 0,

r).
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Yavmpamonkxoe cmpoenue kprouves. Kaxiplil 4eIIOCTHON 3JIEMEHT — KPIOK — 00pa3yeTcst OqHOI
SIUTETUATBHON KIIETKOU (THaToOacToM). Cambie KpyITHBIE KPIOUbsi QOPMUPYIOTCS HA THE MEIIIKA U MOTYT
JnocTuraTh 1 MM B BbICOTYy. PasMep KproubeB yMEHBIIAETCS 110 MEpe MPOABHKEHHSI K OTBEPCTHUIO MEILKA
(Pucynok 3.5.44 a-r). /IBa caMbIX KPyIHBIX KpIOKa ()OPMHUPYIOTCS Ha JHE U NPOTATHBAIOTCS BIIOJb BCETO
menika (Pucynok 3.5.44 6). Kproubsi JOBOJBHO TUIOTHO MPHUJIETAIOT APYT K JIPYTY, MPOCTPAHCTBO MEXKY
HUMH 3aI10JTHEHO amop(dHBIM MaTpukcoMm. Beimie (wepe3 100-150 MkM) Ba OCHOBHBIX KPIOKa CTAHOBSATCS
HEMHOT'O TOHbIIE, U 3aKiajabiBaeTcs TpeTuil kprok (Pucynok 3.5.44 B). B ocHOBaHuuM Kproka raarodiact
IUTOTHO TIpHJIeraeT K 0aszanbHoii MeMOpane (Pucynok 3.5.45 a, 0, ).

'HatobmacTel — 3TO BBITSHYTHIE OJMHOYHBIE KJIETKH OYKKalIbHOI'O SIUTENHS, KOTOpPbIE
pasInyaroTcs 10 pa3Mepy B 3aBUCHUMOCTHU OT BEJIMYMHBI U paclosiockeHus Kproka. Camasi KpyIHasi KJIeTKa
nocturaet pazmepoB 980x150 MkM u umeeT kpynHoe s1po (10 120x60 MKM), pacroio)KeHHOE B HHXKHEH
e€ nosnosuHe (Pucynok 3.5.40 r). Camas menkass — 80x8 Mxm. Lluromnasma caMbIX KPYIHBIX KpPIOYbEB,
KOTOpbI€ HAYMHAIOT (POPMHUPOBATHCS HA JTHE MELIKA, FIEKTPOHHO-IIPO3payHasi, C OOJIBbIINM COJAEPKaHUEM
BaKyOJIeH pa3HOM JIEKTPOHHOU TJIOTHOCTH, HocTuraronmx 1 MM B quamerpe (Pucynok 3.5.45 n-u; 3.5.46
6). LluToma3sma caMbIX MEJKHUX KpPIOUbEB TAaKXKE COJIEPXKUT CQepuuyeckue BaKyoJd M 3alojHEHa
IIEPOXOBATHIM HHJIOMJIA3MATHYECKUM pEeTHKYIyMoM (puc. 3.5.46 B, T). MUKpOBWUIM Pa3BUTHI KpaiiHe
cmabo W 3aMeTHBI TOJBKO B OCHOBaHWMU Kproka (Pucynox 3.5.45 3, xk; 3.5.46 6). Ha Bceil ocraibHOI
TJIOMIAIU KJIETKA THATOSIHUTENNS MUKPOBIILIIN He pa3BUTh (Pucynok 3.5.45 u; 3.5.46 1, x).

Ha ynabpTpacTpykTypHOM YypOBHE CTEHKa KpIOKA IpPEACTaBISET cOOOM JOBONBHO TOHKHH CiOH
JJIEKTPOHHO-TUIOTHOTO TOMOTEHHOI'O BEILECTBa, KOTOPHII OKpy»XaeT THAaTOOJIACT M0 BCEMY IMEPUMETpY.
CreHka caMoro MaJIeHbKOI'O KprOKa TOJNIMHON 1 MKM, Ha BEpXYIIKe yToyaercs A0 7 MKM. MuHUMaJIbHOI
TOJIIIMHBI CTEHKA KPIOKa JOCTUraeT B OCHOBAHMHU KIIETKM THATOSIUTENHS, T €ro MOTYT IPOHU3BIBATh
KOPOTKHE MHKPOBWIIM. MakcuManbHas TOJIIMHA CTEHKH Yy KPYMHBIX KproubeB — 5 MkM. OTBepcTHs OT
MHUKPOBWIIJIE MOXHO OOHAapy’>KUTh TOJBKO B OCHOBaHMM Kpitoka (Pucynok 3.5.45 x, 3; 5B), Ha BcéM
OCTaJbHOM NPOTSHKEHMM IMTOIUIa3Ma TrHaToOslacTa IJIOTHO MpWIEraerT K KproKy 03 NpU3HAKOB
mukpoBuiier (Pucynok 3.5.45 u; 3.5.46 1; 3.5.47 x).

Knerku, okpykatomue rHAaToO07acThl, MOXXHO pa3JlelIUTh HA JBE TIPYyNIbl: BCTAaBOYHBIE U
nojctuiaromue. IlepBble pacmookeHbl MEXIY KIETKaMH THATOAMTENHS W MPEICTABISAIOT COOOM
BBICOKME KJIETKH C MEaHIPUPYIOIIMMH TIpaHunamu. Lluromnasma sJIeKTpPOHHO-IUIOTHAs, JUIMHHBIE
MUKPOBHIIIH YXOJIAT JAJIEKO B MMPOCTPAHCTBO MeX Iy KproubsiMu (Pucynok 3.5.45 6; 3.5.46 a; 3.5.47 a). B
IIUTOIUIa3ME XOPOLIO Pa3BUT IIEPOXOBATHIN FHI0IIA3MATHUECKUI PETUKYIIYM U JOBOJIBHO MHOTO BE3UKYI.
Huametp mukposuiuieit 10 700 um (puc. 3.5.47 r). Kietku BTopoii rpynibsl MOTYT HMETh Pa3Hylo (hopMmy,

yale BCEro OHU BBITAHYTHI (10 12.4x6.2 MKM) M 3allOJIHEHBI 3JIEKTPOHHO-NPO3PAYHON IUTOILIA3MOM.
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[uTommasMa CoAepKUT YHAOIUIA3MATHUSCKUNA PETUKYIIYM U cheprudeckre Bakyosu. SIpo HelpaBUIbHON
dbopMmBl, Hale oBaJIbHOE, 3aHUMAET LIeHTpaiabHOoe TosioxkeHue (8.4x4.5 mxm) (Pucynok 3.5.45 B; 3.5.46 B;
3.5.47 6). OTH KIETKH JUILIEHBl MUKPOBUILICH.

OcTaslbHYI0 TOJIOCTh MEIIKa KPIOYbEB BBICTHJIAET OJHOCIIONHBIA SIUTENNH, MpPEICTaBICHHbBIN
BBITSHYTHIMH KiIeTKaMu (10 13x9 mxm) (Pucynok 3.5.45 6; 3.5.48 a, B, 1). bazansHas memOpaHna cpeaneit
3JICKTPOHHOM TUIOTHOCTH, 10 1.4 MKM ToJIMHON. Smpo HenmpaBuiIbHOW (OPMBI 3aHUMAET IIEHTPAILHOE
nojoxeHue. B muromnazme Takke COAEpIKATCS SHAOIUIA3MATHUYECKUH PETUKYJIYM U TIpaHyjbl pa3HOU
3NIeKTPOHHOH TIoTHOCTH (Pucynok 3.5.48 a-B). [lo mepumeTpy KJIETKH B allMKO-0a3aJIbHOM HAlpaBICHUN
TSHYTCS TOHO(GWIAMEHTHl. MUKPOBIWUIM HE OYEHb JUIMHHBIC, TOoCcTUTalT 1.7 MkM B miuHy. KyTHkyna,
BbIJIeTIsieMasi STUMH KJIETKaMH, 3aHMMaeT BCE CBOOOAHOE MPOCTPAHCTBO MEIIKA KPIOUbEB U MPEACTABISET
co00# 0IHOPOTHOE BEILIECTBO CPEIHEH FTEKTPOHHOM MIIOTHOCTHU. Bee Kproubst HOrpy>KeHbI B 3TOT MAaTPUKC,
KOTOPBI B TEPMUHAIBHOM YAaCTH MEIIKa MEHSET CBOIO CTPYKTYpPY M MPEACTAET B BHUJE IMOJIBIX TOHKHUX
TpyOouek (Pucynok 3.5.46 a, B; 3.5.47 x).

VYbTpaTOHKOE CTPOCHHE paAyJIsIpHOTO Menika. B paayne MOXXKHO BBIACTUTH YEThIPE 30HBI: 30HY
dopmMHpoBaHuUs, 30HY CO3peBaHuUs, pabouuil Kpail M 30HY Aerpaganuu. 3oHa (HOPMHUPOBAHMS PATYJIbI
HAXOJUTCSI B CJICTIOM KOHIIE paaysIipHOTO MemIKa. 3yObl pacrojaraloTcsi 10 BHYTPEHHEMY MEPHUMETPY
panynsapuoro wMemka (Pucynok 3.5.49 a). B ocHOBaHMM CHHTE3UpYIOUIUICS 3y0 MPOHHU3aH
MHOTOUYHCJICHHBIMU MHUKPOBWJUISIMHM, a B alUKaJbHOM U CpelHEH 4acTAX — PaBHOMEPHO AJIEKTPOHHO-
mioTHbIN (PucyHok 3.5.49 6; 3.5.50 a). [llupuHa ocHOBaHus 3y0a y HCCIEAyEeMbIX 00pa3Ii0B COCTABIISET 3-
4 mxmM. 3penble 3yObl JIEKTPOHHO-TUIOTHBIE, ¢ MHOTOYUCICHHBIMH TPaHyJIaMH; MIMPHUHA OCHOBaHUS 6-7
MkM (Pucynok 3.5.50 B, 1; 3.5.51; 3.5.52). Panynsapuas memOpaHa 371€KTPOHHO-TIJIOTHASI U OYEHb TOHKAs B
3oHe (popmupoBanus (0.2-0.5 mxm) (Pucynok 3.5.49 B, r). B 30He 3penbix 3y00B pagyisipHas MeMOpaHa
COCTOMUT W3 TOMEPEYHBIX BOJIOKOH, €€ TonmuHa cocTaBiseT okojo 0.6-0.7 mxm (Pucynok 3.5.50 a, t;
3.5.51). B paboueii 30He u 30HE JIerpajganuu paayispHas MemOpana Ooiee Toncrast (1o 1.2-1.3 MM) u
aJIeKTpoHHO-TIpo3pauHas (Pucynok 3.5.52). CyOpamymsipHas memOpana B pabodeil 30He He pa3BUTa
(Pucynox 3.5.53 a).

BunuMmeix pasnuumii B yIbTpacTpyKType MEXIY OJIOHTO- U MeMOpaHoOnmactamu HeT. O0a Tuma
KJIETOK UMEIOT KBaJIPaTHYIO WJIH MPSMOYTOJIbHYI0 (hopMy (IIMPUHOM 10 6.5 MKM U BBICOTOM 110 11.5 MKM)
U BBICTWJIAIOT TEPUMETP CJIENOro KOHIAa paayisipHoro Memika. OauH 3y0 oOpa3oBaH HECKOJIBKHUMH
onoHrobnactamu (Pucynok 3.5.49 B, r). OnoHTOGIACTHI UMEIOT 3JIEKTPOHHO-TIPO3PAUHYIO IIUTOILIA3MY C
[IEpPOXOBATHIM PHJIOTIIA3MATUYECKUM PETUKYIIYMOM, MUTOXOHIPUSIMH U Bakyossimu (Pucynok 3.5.49 B, 1).
Kpynnoe oBanbHOE aapo (10 3.2—7.9 MKM) pacnonaraercss B ocHoBaHUU KieTkH (Pucynok 3.5.49 B, 1).

OILOHTO6J’I&CTBI COCOAUHECHBI aArc€3MBHBIMU KOHTaKTaMH, 0a3aabHBIX TCJIEL B anmMKaJbHOM YacTh HET
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(Pucynox 3.5.49 B-11), HO OHa HECET MHOTOUYMCIIEHHbIE MUKPOBWIIN, IPOHUKAIOIIUE B OCHOBaHHE 3y0a
(Pucynok 3.5.49 B-n). bazanpnas meMOpaHa dJ€KTPOHHO-TIIOTHAs; €€ ToimuHa gocturaet 0.15 MM
(Pucynox 3.5.49 B). OmoHTOONACTHI YEpEAYIOTCS C KIETKaMU CXOJHOTO pa3Mepa, HO C JIIEKTPOHHO-
IUIOTHOW LIUTOIIA3MOM, COJAEpPIKAIIEH 3JIEKTPOHHO-IIJIOTHBIE BE3UKYJIbI, YTO, BO3MOYKHO, yKa3bIBacT Ha
npoiiecchl anonTo3a (Pucynok 3.5.49 B, 1).

CyOpaaynsipHbIil SITUTENNUNA COCTOUT U3 KBAJIPATHBIX WM MPSIMOYTOJIBHBIX (10 8.7 MKM B IIUPUHY U
13 MKM B BBICOTY) KJIETOK C OOJBIIMM OBajJbHBIM (4.1X8.1 MKM) SIpOM B OCHOBAHUHU WJIM IO LIEHTPY
(Pucynoxk 3.5.50 B, 1; 3.5.51). Knnetku coequHeHb! aAre3WBHBIMU KOHTaKTaMu. bazanbpHas MeMOpaHa TOHKas
(mo 0.15 MxM) U 37eKTpOHHO-TIOTHAs. ToHOGUIAMEHTHI TSHYTCS OT 0a3albHOM K alMKaJIbHOW 4YacTu
kieTok (Pucynok 3.5.51 6). Ha pabouem kpae B KJIeTKax CyOpay I pHOTO SIUTEIHSI COACPIKUTCS OOJIBIITOE
KOJINYECTBO TOHO(MIAMEHTOB, MPOHM3BIBAIOIIMX MX OT Oa3anbHOM a0 anukaabHOM 4Yactu (Pucynox
3.5.52). CympapanynsipHblii snuTenuid pacnonaraercss Mexay 3yoamu (Pucynok 3.5.51 6). [{utomnazma
CyNpapaayJiipHOrO  JMHUTEIUS  JJEKTPOHHO-NpO3payHas, C€  MHUTOXOHAPUSMH,  LIEPOXOBATHIM
SHOIUIA3MAaTHUYECKUM PETUKYIyMOM, anmnapaTtoMm ['onbxu u Bakyossimu. KpymnHoe oBanbHOE siApo (10
6.25x14 MKM) pacroniokeHo B ocHoBaHUM KieTku (PucyHnok 3.5.49 a; 3.5.50 B). BykkanbHbIil snuTenuii
ToCIie 30HBI JIeTPaIalliu MOKPHIT aMopdHOU KyTHKyIoi (Pucynok 3.5.53 ).

PanynspHble BalMKU COCTOSIT U3 MONEPEYHBIX M MPOJOJIbHBIX MBI (AuameTrpoM 8.6—11.7 Mxm)
(Pucynok 3.5.53 a-B). MuoduOpuiLIB! B paly ISIpHBIX BaJTUKaX PACIIOIOKEHBI B POJIOILHOM U ITOMIEPEYHOM
HanpaBieHusX. LleHTpanbHast 4acTh COAEPKUT AP0, MUTOXOHIPHH U IIEPOXOBATHINA SHI0MIIA3MATUYECKUI
petukynyM (Pucynok 3.5.53 0, B). Konraktel Mex a1y Muonutamu mioTHsle (Pucynok 3.5.53 0).

Dopmuposanue padynvl 8 pannem onmoeernese. Bemureps C. limacina BcTpeyaroTcsi B INIaHKTOHE B
Hayaje jeta. OHU XOpOIIO OTIMYHUMBI OT BEJIUTEPOB JPYTHUX IacTPOIO MO BBITIHYTOMY IPOTOKOHXY 0e3
3aBUTKOB U XOPOIIO pa3BuToMy Benymy (PucyHnok 3.5.54 a). MpIiednas cuctemMa CoXpaHsieT JJHIHHOYHBIE
NpU3HAKKW B BHJIE MPOJIOJIBHBIX JIMYUHOYHBIX MBIIII, TSHYIIMXCS OT BEPXYIIKH BEIHUrepa A0 BelyMa
(Pucynok 3.5.54 0, B). [Ipn 3TOM mHIIEBapUTEIbHAS CHCTEMa XOPOIIO Pa3BUTA U COCTOMT U3 TEpeIHEH
KHUIIKA C pagyJIsipHBIM MEUIKOM, B KOTOPOM YK€ CHHTE3UpYETCs paayia, CpeAHEeH KHUIIKK C XOpOILIOo
Pa3BUTHIM KETYJIKOM, KOTOPBIA COEIUHSAETCS C MUIIEBApPUTEIbHON KeJe30M, U 3aJHell KUIIKU, KOTopas
JeaeT TMETII0 W OTKPBIBACTCS aHANbHBIM OTBepcTHeM moao proMm (Pucynok 3.5.54 r-e). Cyns mo
MIOJIO’KEHUIO aHAJIbHOI'O OTBEPCTHUS, HA 3TOHM CTAaJuU HE MPOMCXOAUT TopcuoHa. HecmoTps Ha TO, 4UTO
JUYMHOYHAS pajlysia 3aKJIaJblBa€TCid Ha CTAaJUU BEJINUrepa, YETIOCTHBIX 00pa3oBaHMM emé He BUIHO.
[TockonbKy paayia oueHb MEJKas U OOHAPYKHUTh €€ METOJJaMU CBETOBOM MUKPOCKOIIMU HEBO3MOXKHO, TO
BEJIUTephl ObUTM MOKPALICHbI KpaCUTEIeM, MAPKUPYIOIUM HENOJIMMEPH30BaHHBIA XUTHH. MccnenoBanus

Ha KOH(OKAJIILHOM JIa36pHOM CKaHHMPYIOIIEM MHUKPOCKOIE MOKa3alu, YTO pajyJjia MOsBISETCS Ha CTauu
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Benurepa. JlapBanbHas paayjia O4eHb MEJIKas, COCTOUT BCETO U3 HECKOJBKUX PsOB (4-5) u Tpéx 3y0oB B
noniepedHoM psany (Pucynox 3.5.54 x-3). PagynsipHbIii MEIIOK Ha TTOTIEPEYHBIX CPe3aX HEMHOTOKJICTOYHBIN
(Ha cpe3e MOKHO BUETh 10 20 KJIETOK); BCE BHICTUIIAIOINE €TI0 KJIETKH OJHOPOJHBIE. BBITIHYTON (OPMBI
C OBAJIBbHBIM 0a3aJbHO pacnojokeHHbIM siapoM (Pucynok 3.5.55). BeicoTa KIETOK AOCTUraeT MakCUMyM
14-15 mxM. O000MIEHHBIC TaHHBIC IO Pa3BUTHIO U popMupoBanuto paryisl C. limacina naHel Ha pUcyHKe
3.5.56.

Bykxansuuiii komnaexc Limacina helicina

dopmupoBanue u 3aknanka pamyiasl L. helicina Obutn uccnemoBansl MeHee AETalbHO, YeM
rinoroynoe Boopyxenue C. limacina. OcHoBHble Touku (OKyca — 3TO 30Ha (HOPMHUPOBAHUS paayJibl U
cTanus e€ 3aKJIaJiKu B Pa3BUTHH.

L. helicina nmaBaetr u JOBUT IUIAHKTOH C MOMOIIBIO KpbutbeB (PucyHok 3.5.57 a) — cTpykryp,
TOMOJIOTHYHBIX HOTE IPYTUX OPIOXOHOTHX MOJUTIOCKOB. POTOBOE OTBEpCTHE MPUKPBITO JONOTHUTEIbHBIMU
JaTepalbHBIMU CTPYKTYpaMH, KOTOPbIE pacrojiaratoTcsi B ocHoBaHMM KpblibeB (Pucynok 3.5.57 6). OHo
HEILIMPOKOE U MEPEXOJUT B POTOBYIO TPYOKY, I'yCTO BBICTJIAHHYIO peCHUYHBIM anuTenueM (PucyHnok 3.5.57
1). B HeGombIyto OyKKaIbHYIO 1OJIOCTh BIAETCA pabounii Kpail Menkoil paaynsl. Panyna coctout u3 10-
11 monepeyHsIX PsIIOB U HAMOJIOBUHY NOTpyXeHa B paayisipHbiil Memok (Pucynok 3.5. 57 B). B xaxzaom
MOTIEPEYHOM DsiTy IO TpU 3y0a — LEHTPaIbHBIA U Tapa JarepaibHbiX. LleHTpanbHbiii 3y0 10 25 MKM B
BBICOTY, C JUIMHHBIM, HO Y3KMM TEPMUHAJIBHBIM 3yOLIOM U MEJIKUMH 3y0UMKaMHU MO KpasiM ¢ 00euX CTOPOH
OT IeHTpaabHOTO 3yOounka (Pucynok 3.5.57 r). JlatepanbHbie 3yOsI 110 pazmepy 1 MOp(OJIOTHH MTOX0XKHU Ha
neHTpaibHbil (Pucynok 3.5.57 n). PanynspHblit MEIIOK OTXOIUT OT BEHTPATbHONW CTOPOHBI OyKKaIbHOM
nosioctu (Pucynok 3.5.57 n, e). @opmupoBanue paayibl MPOUCXOIUT B CIEMOM KOHIIE PaayJISIPHOTO
MeIIKa, TJIe pacloiaralTcs OJOHTOOIACTHI, MO TUCTOJOTUU OTIMYAIOIIMECS OT OKPYXKArOIIUX KIETOK
BBICTHJIKHY paayisipHoro Memka (Pucynok 3.5.47 e). Slnpo onorToOmacTa 3HAYMTENIBHO KpynHee (10 17x12
MKM), 4eM si7pa dTUX KIeTok (10 5x7 mkm) (Pucynok 3.5.57 e).

Bemureps! L. helicina nonroriaBaromue, ©X MOXXHO HAaiTH B TUIAHKTOHE B TEYCHHE BCETO JIETa,
HauvHasg ¢ UiOHA. OHU XOpOIIO OTIMYKMMBI OT IUIAHKTOHHBIX BEJIMIE€POB JPYTHX TacTpOIoj II0
JI€BO3aKPYUYEHHOMY IPOTOKOHXY, OOJIBIIOMY BEIyMy M KOPHYHEBO-UYEPHOMY OKpacy MSTKHX TKaHeH
(Pucynok 3.5.58 a). CorinacHo TpEXMepHOW MOJENU MEpesHss U CPelHsAs KUIIKa XOPOIIO Pa3BUTHI, B
OTIIMYME OT 3aJHEH, KOTopas HE OTKpbIBaeTCs aHaJlbHbIM oTBepcTHEM (Pucynox 3.5.58 B, r). Illupoxoe
WIMApHOE POTOBOE OTBEPCTUE BEAET B POTOBYIO MOJIOCTh, HA JHE KOTOPOH Y€ HAaYMHAET Pa3BUBATHCS
paayJsSIpHBIN MEIIOK ¢ epBeIMU 3yOamu paaynbl (Pucynok 3.5.58 1, ). Tak ke kak U y BeTUTepHOU paay bl
C. limacina, B kieTkax paayJsipHOTO MEIIKa HET BUIMMBIX OTIHYUA, paayiia popMUpPYyeTCst OTUHAKOBBIMH

kietkamu (Pucynok 3.5.58 e).
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Oo6cy:xnenue

Mexanu3M nuTaHus W obmas Mopdosorus riaotodnoro Boopykenus Clione limacina xoporio
omucana (Lalli, 1970; Conover, Lalli, 1974). Tem He MeHee TpéxMepHBIE MOAeNU rojoBHOro koxma C.
limacina gonoHUIN UMEIOIIKECS JaHHbIE TI0 MYyCKYJIaType OyKkaapHOro komruiekca (Morton, 1958; Lalli,
1970; Yamazaki, Kuwahara, 2017; Norekian et al., 2019). Panee OblIx OmMHMCaHBI TPU TPYIIBI MBIIII,
CBSI3aHHBIX C PaayJIoi: 1) MPOTPAKTOPBI pamylibl, 2) PETPAKTOPHI Palyibl, 3) BEHTPAIbHBIC MONEPECYHBIC
MBIIIIBI, COCTUHSIONINE MEIIKH KPIoubeB U panyisipabiit memok (Lalli, 1970). CornacHo HammM JaHHBIM,
KPOME OITMCAHHBIX MBIII B OYKKaJIbHOM KOMILICKCE MPHUCYTCTBYIOT: 4) IopcalibHbIe PO/ IOJbHBIC
pamyssipHbIE MBIIIBI ¥ 5) BEHTPaJIbHBIN alPOKCUMATOpP, COCAMHSIONIMA pPaIyJISiPHBIC BaJMKH.
JlopcasbHbIC MTPOI0IBHBIC MBIIIIBI IOMOTAOT PayJIIPHBIM PETPAKTOPaM OTTATUBAThH PaIyJly BO Bpems €
paboThl, a BEHTPAIBHBIH alIPOKCUMATOP JOIOJIHUTEIBHO TOMOTAET HATSHKEHHUIO PalyJibl Ha 0JJOHTO(GOpPE B
paboueii 30He. OcHOBHBIM JIOBUMM armmapaToMm C. limacina sBistoTcst TUNKre KOHYChI, 8 MEIIKH KPIOYbEB
CIIy>KaT JJIsl TOTO, YTOOBI JIOCTAaTh MSTKOE TEJIO MOPCKOIO aHTejia U3 PaKoBUHBL. B 3TOM mporecce pamyia
MMEET BTOPOCTENECHHOE 3HAa4YeHHUE, 0 YEM CBUACTEIBCTBYET B TOM 4YHCIE € HeOOJIbIIONW OTHOCUTEIHHO
KproubeB pa3mep. Pagyna 6onpmmacTBa Gymnosomata COCTOUT U3 LEHTPAIBHOTO 3y0a M HECKOIBKHX (OT
2 no 10) xproukoBUAHBIX JaTepalbHbIX 3y00B (Pruvot-Fol, 1954; van der Spoel, 1976). KonuuecTtBo
JarepaibHbIX 3y00B y 1ByX poaoB (Clione u Cliopsis) ysennunBaercs npu co3peBanuu (Angulo-Campillo,
Aceves-Medina, 2018; Pruvot-Fol, 1954; van der Spoel, 1976).

Linacina helicina ucrons3ytoT 00JbIIyI0 CHEPUISCKYIO CIM3UCTYIO CETh, KOTOPYIO TPYIHO YBUICTD
(Gilmer, Harbison 1986), myist cOopa mIMPOKOTO CIEKTpa Pa3IMIHbIX MIaHKTOHHBIX dactuil (Lalli, Gilmer
1989). [TosTOMYy Aaxe B3pOCible 0COOM UMEIOT OTHOCHTENBHO IIIMPOKOE POTOBOE OTBEPCTHE, BHICTIAHHOE
PECHUYKAMH, a pajyJia HeOOJbIlas U COCTOUT M3 TPEX MEIKUX 3y0OB B psay. UemoCTHBIX 00pa3oBaHUiA
WK YTOJNIIEHHON KYTHKYJIbI OYKKaJIbHOW TIOJIOCTH HET.

Dopmuposanue wenrocmuvix obpazosanuti Pteropoda. OcobeHHOCTBIO cHHTE3a KproubeB y C.
limacina sBIETCS OMHOKJIETOYHOE (POPMHUPOBAHHE HaKE CAMBIX KPYITHBIX KPIOYbEB, KOTOPHIE MOTYT
nocturath 1 MM B JuiMHY. ['HaToOjacThl Ha YJIBTPACTPYKTYPHOM YPOBHE XapaKTePU3YHOTCS HaOOpOM
OpraHellI, XapaKTePHBIM JIJIi HHTEHCUBHOM CHHTeTHYeCKOH nesrenbHocTH (Gosliner, 1994). Tem He MeHee
rHaTOONACTBI pasHBIX 10 pa3Mepy KPIOYbEB OTIHYAIOTCS MEXKAYy COO0OH 1O COOTHOIICHHUIO
9HJIOTIA3MATHYECKOTO PETHKYJIyMa M CEKPETOPHBIX IpaHysl. ['HaToOIacTOB MENKHUX KPIOUBEB COJEpPM AT
OoJbIlle BaKyoJiel pa3HOM DJIEKTPOHHOM IUIOTHOCTH, YTO MOXET OBbITh CBUICTEIBCTBOM HEKPOTHYCCKHX
(umu amonTOTHYECKHX) mpoueccoB. [pyroii ocobeHHocThio THatobnactoB C. [imacina, B OTIMYUE OT

rHATO0JIaCTOB YEIIOCTEH IPYTUX TacTPOIO, IBISETCS CTPOEHUE MUKPOBUILIEH. MukpoBuuu kprouses C.
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limacina pa3BuThl MO TIEpUMETPY B OCHOBAHMHU KPIOKA, YaCTO OYCHb KOPOTKHE M CKOpEe MOXOXKH Ha
HEPOBHOCTH IUTOILIa3MaTHYECKON MeMOpaHbl rHaToOsacTa. [1o Bcei ocTaapHOM TIIomaay raaTo0IacTa
KJIEeTOYHasT MeMOpaHa Triajgkas, Oe3 MHKPOBWJUIEH M IUIOTHO MpPHIEraeT K KyTHUKYJISPHOM CTEHKeE.
[TockoNMbKYy MHUKPOBWUIM MapKHUPYIOT 30HY CHHTE3a, TO MOYHO IPEAINONOXKUTH Oa3HIeTaNbHBIA pOCT
Ka)JIOTO KPIOKa.

HuTepecHo, 4To cBOOOJHOE MPOCTPAHCTBO MemIKa (MEXKAY KpPIOUbSIMH) 3alOJHEHO aMOp(pHBIM
BEIIIECTBOM, KOTOPOE CEKPETUPYETCsI BCTABOUHBIMU KJIETKaMH, PACIIONI0KEHHBIMU MEKIY THATOOJIaCTaMU.
BeposiTHO, 3TO mMOm0OME IIEMEHTUPYIOIIEr0 Marepuaia, KOTOPBI IMOMOraeT YNpPOYHATh U YACPKUBATh
KpIoUbs BMecTe. Takum 00pa3oM, THIIOTETHIECKAass CXeMa BRIBOPAYMBAHMS MEIIKA U OT/ACICHUS KPIOYbEB
Ipyr ot npyra, npemioxenHas Jlammm (Lalli, 1970), MokeT oka3aThCsi HE COBCEM BEPHOW, M MEIIOK
KPIOYbEB, CKOPEE BCETr0, HE MOXKET MOJHOCTHIO BHIBOPAUHUBATHCS, & KPIOUbS — Pa3bEeAUHATHCS.

HecMoTpst Ha moJydeHHBIC JaHHBIE, CyIUTh O ToMoliorku KproubeB Clione 3arpyanurensho. [To
CBOEMY TIOJIOKEHHIO (JIATEpabHOMY OTHOCHUTEIBHO paayibl), (YHKIMOHATHHOMY HAa3HAYCHHIO U
9KTOJECPMAIBHOMY MPOUCXOXKACHUIO MEIIKH KpPIOYbEB MOXKHO paccMaTpuBaThb KaK CTPYKTYpBI,
TOMOJIOTHYHBIE MAPHBIM YEIIOCTAM APYTUX ractponoj. OJHaKo, OCHOBBIBAsCh HA OCOOEHHOCTSX TOHKOIO
CTPOCHHSI, MOXKHO TIPEIIOI0KUTH, 4TO Kptoubsi CliONe uMeroT He3aBUCHMOE TIPOUCXOKICHHE.

Jl1g Bcex M3y4eHHBIX Ha yJIbTPacTpyKTypHOM ypoBHe yenmocteid ractponof (Hughes, 1979; Lufty,
Demian, 1967) u3BecTeH OIuMH cmocoO (HOPMHUPOBAHHMS — MUKPOBHUJUISIPHBIH POCT, TMPHU KOTOPOM
THATOAIUTENUI UMEET XOPOIIO Pa3BUThIE JITUHHBIE MUKPOBUIIIU, TITyOOKO MPOHU3BIBAIOIINE YETIOCTHYIO
IUTACTHHKY B 30HE pocTa. IMEHHO MUKPOBUJIIIM OTBEYAIOT KakK 32 (POPMHUPOBAHUE YEITIOCTH B 1I€JIOM, TaK U
3a e€ mmuTenbHBId pocT u yronmenue. Kprok C. limacina npexacraBnser co00il TOHKYIO 3JIEKTPOHHO-
IUIOTHYIO KYTHUKYJSIPHYIO OOOJOYKY — KOHYC Ha TIOBEPXHOCTH €IUHHYHON XKWBOHW KieTku. [lomHoe
OTCYTCTBHME MHUKPOBHWJUIEM Ha TMOBEPXHOCTH THaToOJacTa, 3a HCKIIOYEHHEeM ero 0a3albHOM uacTw,
CBUJIETEJIbCTBYET, MO BCEH BHJIMMOCTH, O TOM, YTO MOCTOSHHBIN pocT KproubeB C. limacina B TeueHue
JUITENIFHOTO TIEpHOJa HEBO3MOXEH, T. €. KPIOUbS MOPCKHMX aHTeJoB (OPMHUPYIOTCS B IpoLecce
OpraHoreHe3a B OKOHYATEIILHOM BHJIE M TIOTOM He U3MEHSIOTCA. OTCYTCTBHE MPOAODKUTEIFHOTO POCTa Y
KYTHKYJISIPHBIX CTPYKTYD B IJIOTKE MOPCKUX aHTeJI0B, MTO-BUAMMOMY, 00YCIIOBIEHO KOPOTKUM OJTHOJIETHUM
KU3HEHHBIM LIUKJIOM 3TUX KUBOTHBIX.

s emé oqHoro npezacrasutens Gymnosomata, Crucibranchaea macrochira, Jlammu (Lalli, 1970)
ornucan Oosiee CIOXKHBIA YETIOCTHOW ammapar, COCTOSIIUN (MO JAaHHBIM CBETOBOM MHKPOCKONHUH) U3
MapHBIX MEIIKOB KPIOUbEB, a TAKXKE JOMOJHUTEIHHOW MaNMUIbl, BOOPYKEHHOW MHOTOYHCICHHBIMH
3yOllaMu U pacloIOKEHHOW B OYKKaJbHOM IOJIOCTH BEHTpajbHee paaynbl. Konndeckue 3yOIibl Mamuiibl

10 CBOEMY CTPOCHHIO UMEIOT MHOTO o0tero ¢ kproubsimu (Lalli, 1970). Kimapxk (Clark, 1977) cuuran, uro

135



KPIOUbsl KJIMOHA MPOU3O0ILIN OT uetocTel aHacrul (Anaspidae), KOTOpbie IPEICTABISIOT COO0M POIIETHI,
pacrosio)keHHble B OyKKajdbHOH mosioctd. OHAKO THCTOJIOTUYECKHE WCCIICIOBAHHS MHUIIEBAPUTEIBHOM
cucteMbl Anaspidac m Gymnosomata mokasanu, uyto Kptouku Clione mpuHIHMOHATIBHO OTIMYAOTCSA OT
POJUIETOB aHACTH[, IMOCKOJBKY Y TMOCIEAHUX POJUIETHI MPEACTABISAIOT COOON KYTHUKYJApHBIE 3yObl, HE
umetonue nosiocty BHyTpH (Klussmann-Kolb, Dinapoli, 2006).

Dopmuposanue padyavl NTEPOIO COXPAHIET OCHOBHBIE OCOOCHHOCTH (OPMHUPOBAHUS PaLyJIbI
Heterobranchia. ¥ 00oux M3y4eHHBIX BHJIOB pajysia GpopMUpyeTcs B pagyIsIpHOM MeIIKe HeOOJbIINM
KOJINYECTBOM OJIOHTOOJIACTOB, OTJIMYAIOUIMXCS OoJiee KPYHNHBIMH pa3MepaMd OTHOCUTEIBHO KIIETOK
BBICTHJIKH pajayJisipHoro Meiika. Komuuecto 3y6oB y C. limacina yBenuuuBaeTcss B TEUSHUE KU3HH, YTO
CTaJI0O BO3MOXHBIM OJIaroapsi pacroyioKEHUIO OJI0HTOOJIACTOB Ha BHYTPEHHEM MEPUMETPE PaayJIIPHOTO
Melka. 3yObl Ipyrux OprOXOHOTMX 00pa30BaHbl BEHTPAIBHO WJIH JIATEPO-BEHTPAIBHO PACHOI0KEHHBIMU
onmonroOmactamu (Peters, 1979; Mackenstedt, Mérkel, 1987; Mischor, Markel, 1984). Panynspuas
memOpana Clione limacina, B otiudue ot pagyasipHoii MeMOpaHbl IPYTHX OPIOXOHOTUX MOJUTFOCKOB, OYCHb
TOHKAasi ¥ DJICKTPOHHO-TUIOTHAsI B 30HaX (POPMHUPOBAHMS U CO3PEBaHUs, HO JICKTPOHHO-NPO3pAvHas Ha
pabouem kpae u B 3oHe jnerpagamuu (Mackenstedt, Markel, 1987; Mischor, Markel, 1984).
JlonomHUTENbHBIE KPBUIOBMAHBIE NPUAATKH MeMOpaHbl B pabouell 30He M CcyOpamyispHas memOpaHa
0TCYTCTBYIOT. O0€ 3TH CTPYKTYPBI XOPOIIO Pa3BHUTHI Y BUIOB CO CKPEOYITMM TUTIOM MTUTAHUS U UCUE3AIOT
y BHUJOB, NMEPENICIIINX K XUIIHUYECTBY, WM TEX, Ybsl palysia HEe NMPUHUMACT aKTHBHOTO y4YacTHs B
NOOBIBAHUY TTUTIIH.

3aknaoka padynel 8 panHem onmozeHese. 3akiaika paayibl y 000UX BUIOB IPOUCXOJUT Ha CTAAUN
wiaHkroTpodHoro Benurepa. Jinunnounas pamyna Clione limacina cocrout u3 3-x 3y00B B MONEPEYHOM
psny. Hukakux npu3HakoB (OPMHUPOBAHHS OYKKAJIBHBIX KOHYCOB MJIH MEIIKOB KPIOYhEB HE OOHAPYIKEHO.
Panyna Benurepa L. helicina, mo Bceit BepOsATHOCTH, COACPKUT OAUH 3y0 B PSIYy, @ BO BTOPOM PSIy
COJIEPXKUTCS yXKe MOJHbIN (Tpu 3yOa) HabGop. Takum o0Opa3oM, 3akiajKa IJIOTOYHOTO BOOPYKEHHUS Y
U3yUYEHHBIX BUJIOB XapaKTepHA TaKXKe U I APYTUX BUJOB racTPOIIOI, IPEACTABICHHBIX B 3TOH paboTe, a
UMEHHO: pajysia JOPMHUPYETCS Ha CTaTUH BEJIUTepa, a YSITIOCTHBIE TOTOHUTEIBHBIE CTPYKTYPBI — TIOCIIEe
meTamopdo3a. PamynspHbIii MEIIOK 000MX BHJIIOB, KaK U y BCEX JPYTUX TacTPOIOJ, MAJOKICTOUYHBIA U
COCTOMT U3 clabo auddepeHnpoBaHHbIX KIETOK. Takum 00pa3om, 00a BHia ITEPOIOA UMEIOT OOIINH [T
racTpOMO/ MaTTePH PA3BUTHUS U 3aKJIAJKH PaLyJIbl.

I'1oTounoe Boopy:xkenue SACOGLOSSA

Sacoglossa oTiM4arTCs OT MHOTHX TacTPOIOJA T€M, YTO MCIIOJIb30BaHHBIC 3yObl UX pajayJibl HE

OTBAJIMBAIOTCA OT He€ B 30HE JETpajallii, a CKAIJIMBAIOTCSA B CIIELHUAJIBLHOM CyOpaiyJsipHOM MEIIKE,
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KOTOPBII pacnojaraeTcs Mo paaysipHbIM armapaTtoM. IMEHHO 3TOH 0COOCHHOCTH IpyTiIa 00si3aHa CBOUM
Ha3BaHHeM. BeuTo M3ydeHo GopmupoBaHue paayiisl B3pocibix ocodei Limapontia senestra (Quatrefages,
1844) u 3akajKa paxysbl B OHTOreHe3e. ITOT HEKPYIHBIN 0€3paKOBUHHBINA MOJUTIOCK, JOCTUTAIOIIHNA 2 MM
B JUIMHY, )KUBET B JTUTOPAJBbHBIX BaHHAX, ACCOLIMUPOBAH C HUTYATKOW, KOTOPOH U MUTAETCs, POKAIbIBas
KJIETKU PaJlyJiofl M BhIcachiBas UX cojaepkumoe. L. senestra o6eruen B okpectHocTsix BBC MI'Y. Beero

OBLTO KcclieIoBaHO 17 B3pOCBIX 0coOeH U 18 JIMUMHOK HA Pa3HBIX CTAIUSIX PA3BHUTHSL.
PesyabraTsl

PoToBoe nieneBuiHOE OTBEPCTHE OTKPHIBAETCS HA BEHTPAJIBHOM CTOPOHE U OKPY>KEHO MOABUKHBIMU
ry6amu (PucyHnok 3.5.59 a, r). bykkaiabHbII KOMIUIEKC KOMIAKTHBIN U COCTOUT U3 paayJIIpHOro anmnapara
Y MOIIIHOM BHYTPEHHEH MYCKYJaTypbl, KOTOpas OKpy»kaeT paayiy. PoroBoe oTBepcTHe BEAET B Y3KYIO
OYKKaJIbHYIO TIOJIOCTh, Kyaa Braércsa pabouuit kpait pamgynsl (Pucynok 3.5.59 a, 6, r). Ot mopcanbpHOM
CTOPOHBI OTXOIUT TPEYTOJBHBIM B TOMepeuyHOM ceueHuu numieBos (Pucynok 3.5.59 n, €), koTopslil 3a
IpaHUIlaMU OYKKaJIbHOTO KOMILJIEKCAa Cy)KaeTcsl U CTaHOBUTCA OKpyribiM (Pucynok 3.5.59 x). Pagyna
(dopmupyeTCs B CIIETIOM KOHIIE Paay IIpHOTO MEIIKa, 3aBOpAYMBACTCs HAa pabodeM Kpae, M0IBOPaYrBaETCS
U MPOXOAUT JAJEKO Hazaj Moj OyKKaJbHbIM KomruiekcoM. (Pucynok 3.5.9 6, B, e, k). JIBa TsaHymmxcs
JaTepabHO MyYKa MYyCKYJIaTyphl C paAHaIbHO pacToararonmmMucs GuOpuiaMu OKpyKarT OyKKaTbHYO
nosiocts (Pucynok 3.5.59 a, r). B palioHe OTXOXJCHUS MHINEBOJA OT OYKKAJIHHOM IMOJIOCTH ATH IMyYKH
CIIMBAIOTCS W (HOpPMHUPYIOT pagualbHYI0 OOKJIAaAKy BOKpPYT IepelHeil 4YacTH NHIIEeBOJa, a KOCO
HaIpaBJIEHHBIC yYKHU OKpY>KaroT panyny (Pucynok 3.5.59 g, e).

Pamyna L. senestra comepxuT oauH 3y0 B MOMEPEYHOM psiay (CaKKOTJIOCCHBIM Tuil). Bcero
HACUMTHIBAETCS OKOJIO 7-8 3y00OB 0 paboyero kpasi ¥ CTOJIBKO ke Mmociie kaHTa neperuda paayist (Pucynox
3.5.60 a). 3y0 BBITAHYTHIH, 3aTyIUIEHHBIN HA KOHIIE, 0€3 TOMOIHUTENBHBIX 3younKkoB. Ha pabodyem kpae 3y0
HarpaBJIeH MEPIEHAUKYIIPHO K MOBepXHOCTH omoHTodopa (PucyHok 3.5.60 1). OTpaboTanHbie 3yObI
coOuparoTcs B crielnaIbHOM Melike 1o ogoHTodopom (Pucynok 3.5.60 a, B).

dopMupoBaHUEe PaayJIbl MPOUCXOIUT B CIETIOM KOHIIE paayssspHoro Memka (Pucynok 3.5.59 x).
KpynHble 070HTOOIACTBI pacroyiaraloTcs B MEIIKe TePMUHAIBHO MM BeHTpanbHO (PucyHok 3.5.59 3).
Bricota ogonTobnacta gocturaet 40 mxm. fAnpo pazMenieHo 0azaibHO. 3y0 popmMupyercss HeCKOITbKUMHU
onontobmactamu (Pucynok 3.5.59 3;3.5.61 a, B), KOTOpBIE 3aX0AT B BepXymiKy 3yoa (Pucynok 3.5.61 a).
D710 HamoMmHHaeT oOpa3oBaHHMEe Kproka uemocT Mopckoro anrena (C. limacina), mockosibky 3y0
dopmupyeTcss Kak OTHOCHTEIBHO TOHKas 00OJOYKa BOKpPYr oOJoHTOOdacta. TousmuHa 3J1eKTpOHHO-
IJIOTHOTO CcJosi 3y0a B paiioHe (GopMupoBaHUS AOCTUTAET 3 MKM Ha JaTEPabHBIX YaCTAX U 6 MKM B

Bepxymke (Pucynok 3.5.61 a, 6). lluromnazma o10HTOOJIACTOB AJICKTPOHHO-TIJIOTHAS, 3aroOJHEHA
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HHOIIA3MAaTHYECKUM PETUKYITyMOM U CBOOOJHBIME prbocomamu (Pucynok 3.5.61 6). Kinetku coequneHbl
aJIre3UBHBIMU U CENTUPOBAHHBIMU KOHTAKTaMU B alUKaJbHOM 4acTH. MUKpPOBWIIN JOBOJBHO TITyOOKO
MPOHUKAIOT B HOBBIH 3y0 (PucyHnok 3.5.61 0, e, n). Takke B anuKalbHON 4acTH OJIOHTOOJIACTOB XOPOIIIO
npezcTaBieHbl XUTocoMbl (PucyHok 3.5.61 6, 1). DnekTpoHHO-TIIOTHAS Oa3anbHas INIACTUHKA MOJCTUIIAET
onontobsactel (Pucynokx 3.5.61 B). MemOpaHoOnacThl pacmojiararoTCs BEHTPO-JaTEpalibHO cpasy 3a
onoHTOOIacTaMu, GOpMUPYST MUKPOBHIJUIIPHOM CeKperue paaysipHyro MmemOpany (Pucynok 3.5.61 r).
CyOpanynspHblii snuTenuii pasHoil GopMbl: OT BHITAHYTOH, 15 MkM BeicoToll (Pucynok 3.5.62 a), no
yIUTOMEHHOH, 8-9 MKM BbIcOTOH (PuCyHOK 3.5.62 6). DTO KJIETKH C OBaJIbHBIM (Y BHICOKHX) HJIM OKPYTJIBIM
(Y HU3KHX) SPOM U JIEKTPOHHO-TUIOTHON LIUTOIJIa3MOM, HAIIOJTHEHHOM OpraHeljlaMH U BaKyOJIsSIMU pa3HO
I0THOCTH U nuamerpa (Pucynok 3.5.62). OCOOEHHOCTBIO SIBISETCS HATMYUE TOHO(PMIAMEHTOB, KOTOPBIC
KpersTcs Moy 1IeCMOCOMaMu K 0a3alibHOM MeMOpaHe ¢ OHOM CTOPOHBI U K paayisipHOil MemOpaHe — ¢
npyroit (Pucynok 3.5.62 B).
Paszeumue padynwr Limapontia senestra

beimo mpocnexxeno passutue L. senestra. I'epmadpomutHbie ocobu L. senestra HaunmHarT
nepeKkpECTHOE OIUIOIOTBOpPEeHUE B Haudasie MioHA. CIycTs HECKOJIBKO JHEH Mocjie OIuIofoTBopeHus L.
senestra oTKJIaABIBAIOT HA HUTYATKE KJIAJKU C IPO3PaYyHOi TNIOTHOM 000JI0UKOH, I/1e HAaXOAUTCS OKOJIO 5-
8 0oIIoA0TBOPEHHBIX suil. Pa3BuThe mpsiMoe, Ha 21-22-i JAcHBb TOCTE OTKIIAJIKHA FOBEHWJIBHBIE OCOOH,
MOX0XHUE Ha B3POCIBIX, MOKUAAOT Kianky (PucyHok 3.5.63). B pa3BuTuM MOXHO TPOCIEAUTH CTATUIO
BeJIMrepa, Korja Ha snucgepe MOSBISIIOTCS PECHUYKU B BUIE cllabopa3BUTOro BeinyMma. lIpoBeaéHHbIe
UCCJIEIOBaHMsI MOKa3aJId, YTO pajyJia MosBiseTcs Ha 11-i neHp mocie omIoJ0TBOPEHHUS. DTO CTaius
MO3/IHETO BeJNWrepa, Korja emié ecTh IUIOXO PAa3BUTHIM MPOTOTPOX, (Gopma Telda OKpyIrJa U yxke
IPUCYTCTBYET HEOOIbINas MUIMEHTAlNs TOKPoBOB. Ha 3Tol cTaanu xopoiio pa3BUTa HEpBHAS CUCTEMA U
riasa. [lepenuss kuiika, KOTopast OTKPbIBAETCS TEPMUHAIBHO IUPOKUM POTOBBIM OTBEPCTUEM, TIEPEXOIUT
B OyKKaJbHYIO MOJIOCTh, OT BEHTPAJIBHON CTOPOHBI KOTOPOH OTXOAUT paryisipHbli Memok (PucyHok 3.5.64
a-T). PagynspHBII MEIIOK COAEPKHUT padyily, KOTopas Moka He moarudaercs moj ogoatodop (PucyHok
3.5.64 0). PaxynsipHBIii MEIIOK MaJIOKJIETOYHBINA, COCTOUT M3 10-12 KJIETOK Ha OJTHOM MOMEPEIHOM Cpe3e.
Bce knetkn omHOTHIIHBIE (pUCYHOK 3.5.65 a), HEMHOTO BBITSHYTHIE (IO 7 MKM B BBICOTY), C OBAJIbHBIM
0a3alpHO PACIOJIOKEHHBIM SIPOM, KOTOpPOE 3aHMMAaeT IOJIOBMHY Bcel KieTkH. CenTHpOBaHHBIE U
aJre3UBHBIC KOHTAKThl COCIUHSIOT KIETKH MemKa. LluTomnasma 31eKTpOHHO-IUIOTHAS, C OOJBIINM
KOJIMYECTBOM HHJIOIUIA3MaTHUYECKOr0 PETHUKYJIyMa U CBOOOJIHBIX pubocoMm. Takxke B anmvKaldbHOM 4acTH

KJIETOK OTMEYEHbI XUTOCOMBI. JKHBble MUKPOBUJIIIM MPOHUKAIOT B 3y0 (PucyHok 3.5.65 6, B).
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Oo6cy:xnenue

dopmupoBaHue paayibl Sacoglossa ObLIO HCCIEIOBAHO BIECPBBIC W MPHHECIO HHTEPECHBIC
pesynbrarel. [lodydeHHBIE JaHHBIE IIOKa3alld HEKOTOPhIE KOHBEPTCHTHBIE CXOACTBA C JAPYTUMHU
CTPYKTypaMu TJI0TOYHOro Boopy»keHus Heterobranchia. Omun 3y6 paxyisr L. senestra, tak e Kak ¥ y
JIpyTUX TeTepoOpaHxuid, (HOpMUpPYETCs HEOONBIINM KOJUYECTBOM OJOHTOOJACTOB U MHUKPOBWILISPHOM
cekpeuueil. HtepecHoii sBisiercst popma 3yba, KOTOphIid, kak u Kproubs Clione, mpencraenser coboi
HOJYI0 CTPYKTYpYy, KyJda 3axofsT ojoHToOmactsl. Ilpu stom 3y0 nmumHO4YHOM pamynsl L. senestra
dbopMmupyeTcss Kak HOpPMalbHBIM 3y0, ©0€3 BHyTpeHHed monoctu. [IpoBoast aHaIOrMU, MOXKHO
NPEIOI0KNTh, YTO KPIOYbsl KIIMOHA TAK)Ke N3HAYATIBHO (POPMHUPYIOTCS KaK IUIOTHBIE POJUIETHI, a IO MEpe
pocTa YUTHHSIOTCS U 3aIOTHSFOTCS KIETKOW-THATOOIaCTOM.

Jpyrumu HHTEpEeCHBIMH 0COOCHHOCTSIMH payJasl L. senestra sisisitorcst HecnocoOHOCTh CKUIBIBATH
3yObl B OHTOT€HE3€ M HaKOIUIEHHE MX B CyOpaayssspHbIM Memike. [10100HBI MeXaHW3M BCTpEYaeTCs y
konycoB (Conoidea), kotopsie (GOPMUPYIOT KOPOTKHI PyKaB paayJibl U3 CyOpaaysIipHOTO KapMmaHa st
XpaHEHUsl B3POCIHbIX, TOTOBBIX K HCIOJB30BaHUIO 3y0OB. BeposTHO, B cyOpaaynsipHbIM KapMaHE MOKET
NPOMCXOJUTh YacTUYHAs pPEOyKIHs 3yO0OB M IOBTOPHOE HCIHOJIb30BaHHWE METa0oiIuTOB. Jlpyrum
OOBSICHEHHEM CKAIUIMBaHUS 3yOOB MOXKET CIy’)KUTh IOTEpPS MEXaHHM3Ma OTIEIICHHUS 3yOOB pajyJIbl.
[Toxoxee HEOOBICHUMOE HAKOIUIEHHE CTaphix 3y00B Obuto ormedeno musi Lophiotoma (Conoidea) u
omnucaHo B riase 3.4.

dopMmupoBaHUE pPATyJbl B OHTOTEHE3€ MPOUCXOMUT TaK e, KaKk M Yy JPYIHX TacTPOMo/.
dopmupoBaHue PpagyJiPHOIO MEINIKa Ha BEHTPAIbHOM CTOPOHE JMYMHOYHOM OYKKaJbHOW MOJIOCTH
HauWHaeTCs emeé B Kiajake. B pagyssipHOM Mellke 3akiallbIBaeTCs pajaylia B3pOCION KOHPUTYpaIUH C
oHUM 3yOoM. CaM pagyssipHBIH MELIOK MaJOKJIETOUHBINH co cnaboil quddepeHpoBKoil KIETOK, a 3y0

TUTOTHBIN, 0€3 MOJIOCTH BHYTPH, KaK B 30HE POPMHUPOBAHUS PATyJIbI B3POCIBIX OCOOEH.
3akiioueHune

OUIOreHeTUYECKNE B3aMMOOTHOILLIEHUSI T€TEPOOPaHXUIl TONBKO C HEAABHETO BPEMEHU Haydajau
npuoOpeTaTh Oosee ycTounBbie ouepTanus. Hanoxute To paznooOpasue Mopd, KOTOPOE XapaKTEPHO IS
3TOH TPyNIIbl, HA IPUHATYIO CUCTEMY HA TAHHOM 3Tarie yaa€Tcs ¢ TpyaAoM. TOIbKO JIsl HEKOTOPBIX TPy
BBISIBJICHBl OCHOBHBIE arnloMOp(HH, B TO BpeMs Kak JJIsl JIPYyrux, HalpuMep napaduieTHyHON TpyIIbI
HUBIIMX TeTepoOpaHxuiy, 3THX anoMop¢uii He cymectByeT. Ilpu TakoMm pazHOOOpa3Wu NHILIEBBIX
IPEINOYTEHU U TUINOB MHILEJOOBIBAHUS JOBOJIBHO CJIOXHO BBIIBUTH 3aKOHOMEPHOCTU TJIOTOYHOTO

BOOPY)KECHHUS, HE HMes pa3pelI€HHbIX (UIOreHEeTHYECKUX JepeBbeB. TeM He MeHee, 0000mas
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JATCPATYPHBIC W TIIOJYUYCHHBLIC B H&CTO?IHICI\/JI pa60Te JaHHBIC, MOXHO BbIIBUHYTb HECCKOJIBKO

IIPEIIOJIOKEHU M.

Jlns reTepoOpaHXuil XapaKTepHBI CaMble pa3HbIE YETFOCTH, KOTOPBIE B 3aBUCHMOCTH OT TPYIIIIBI U
(GYHKIH MOTYT BUAOM3MEHAThCS. ba3albHBIM COCTOSHHEM, CYs 110 BCEMY, SIBIISICTCS TApHAsL YEIIOCTD C
pOTIETaMH, PACTIOJIATAIOIIAsACS JOPCO-IaTepaIbHO B OYKKAILHOM MMOJOCTH, KaK Y HU3IIKNX TeTepOOpaHxuii
(Rissoellidae u mopckue Valvatoidea). Hanmuure pomieToB mo Kpaw damie BCEro CBHICTEILCTBYET O
NUTAaHUA MSATKHMHU 4YacTHYKaMu — JeTpurodaruu, Hampumep. [loteps poaneroB u (GpopMupoBaHUE
[JIAJIKOTO Kpasi XapaKTepHO Ui TeTepoOpaHXuid, Mepelie/uX K IOTOSHON JAueTe, KaK, Halpumep, B
rpynme  Cladobranchia (Nudibranchia). IlpuniunuanbHO APYroil pasHOBHAHOCTBIO — YEIIOCTHBIX
00pa3oBaHUil SIBISETCS PACHOJIOKEHHAs HAa BEHTPAJIbHOW CTOpOHE OYKKATbHOH IMOJOCTH JiabHanbHas
KyTUKyJia, KoTopas xapakrepHa st Doridae (Nudibranchia), a rtakke i CECTPUHCKOW TPYIIIBI
rosioxkabepHbix MoJuttockoB Ringiculoidea. ITosiBiieHre BEHTPaIbHOW YEIIOCTH y reTepoOpaHXuil, TaKkKe
kak 1 y Neogastropoda — HeoObIUHOE SIBJICHHE, KOTOPOS MOYKET CBHIETEIbCTBOBAThH B IMOJB3Y TOTO, YTO
HOTEHIUS K (POPMUPOBAHUIO YEIIOCTEH 110 BCEMy MepuMeTpy OyKKalIbHOM MOoI0oCcTH Bhicoka. He cmoTps Ha
TaKoe pa3HooOpa3ue, TAKKE KaK M JUIS JPYTUX TacTPOIOJ]] MOXKHO OTMETHThH JIBE€ OCHOBHBIC TCHICHIINU
(GOpPMHUPOBAHUS YENIOCTECH: CKIAJKONW THATOSMUTEIMS OJHOPOJHOW YEIIOCTH WM  OTICIbHBIMH
raHaTo00acTaMu JUCKPETHBIX 3JIEMEHTOB (POIJICTOB).

Pa3zHooOpasue panyn rerepoOpaHXuil Tak e BEIUKO M TPYJHO MOJIAETCS YHOPSI0YCHUIO, KaK
pasHooOpa3ue TUIOB 4YelmocTH. TeM He MeHee, HECMOTpS Ha BBICOKOE pa3HOOOpasue paayJisipHOrO
anmapaTta, OCHOBHAs TCHICHIHUS K OJIMTOMEPH3allii 30HBI (DOPMHPOBAHHS MPOCICIKUBACTCS BO BCEi
rpymme. Oaud 3y6 GopMUPYeTCs MUKPOBUILISIPHON CEKperreil HeOObIIIOT0 KOTMYeCTBA OTHOCUTEIHLHO

KPYITHBIX 0I0HTOOJIaCcTOB.
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4. OBCYKJIEHUE

PA3BHOOBPA3UE U OCHOBHBIE NIATTEPHbI ®OPMUPOBAHUSI PAAYJbI GASTROPODA

ByKkKaJlbHBIM KOMILJIEKC TacTpPONoOA MpPEACTaBIsieT CO0O0W CIOXKHYIO CHCTEMY MYCKYJIaTyphl,
XUTUHU3UPOBAHHOTO IVIOTOYHOTO BOOPYXEHHUs (UENMIOCTe M paayiibl) U 0A0HTO(GOpa, OTBEYAIOLIETO 32
KOOpAMHUPOBaHHYI0 padoty panyisl (MBanos, 1990a; Fretter, Graham, 1962). Biarogaps miacTH4HOCTH
OYKKaJTbHOTO KOMIUIEKCa OpIOXOHOTHE MOJUTIOCKM OCBOWJIM CaMble pa3Hble MUINEA0ObIBATEILHBIC
ctpareruu. CnocoOHOCTH K afanTUBHBIM MOP(PODYHKIMOHATEHBIM TpaHCHOpPMAIUAM BCEro OyKKaIbHOTO
KOMILJIEKCa [TpHUBEJIa K Iepexoay OT IPOCTOro COCKPEOBIBAHMS, MUTAHUS 0OpACTaHUSAMU U IeTpUTO(aruu K
0oJiee CII0KHBIM IHIIEI00BIBATEIBHBIM CTPATETHSIM BILIOTH JI0 XMITHUYECTBA ¥ apasutuzMa (Haszprunar,
1985a). Cpemu Bcex KIIAaCCOB MOJIIFOCKOB JIJISi TacTPOIO] IOKAa3aHO camoe OO0JbIIoe pa3HooOpasue
mopdomoruu pamyisl u uyemocteit (Ponder et al., 2019). IIpu Takom pa3HOOOpa3uy HalTH 3aKOHOMEPHOCTH
MOpGOJIOrHUecKuX TpaHchopMmaluii ObIBaeT KpaiHE CIOXKHO, OCOOEHHO B TIpymmax ¢ IJI0XO
pa3peméHHbIMUA (QUIOTEHETHYECKUMH OTHOILICHHUSIMH.

B »sT0li paboTre BHepBbIE MpEINpPUHATA IMOMBITKA CPOPMYIMPOBATH THUIOTE3bI SBOJIOIUOHHBIX
TpaHcopMaluii MuIe100bIBaTEILHOIO ammapara racTpoIoJl, OCHOBBIBAsCh HE TOJBKO Ha 0O0Iei
MOP(}OIOTHH paayibl, HO M Ha TIOJYYEHHBIX HOBBIX JAHHBIX [0 TUCTOTEHE3Y PaAyJibl U UETIOCTEH, a TaKKe
NpUHUMAst BO BHUMaHUE JJaHHBIE 110 (JOPMUPOBAHUIO PAayJibl B SMOPHOTeHE3e U pAHHEM OHTOTEHE3e.

B ocHoBy pabGoTel 5€r oOWUpPHBIA MOpP(OIOrHUECKH U SMOPUOIIOIMYECKUN MaTepuall,
MOJTyYEHHBIH JUIsl TaCTPOTMO/] BIIEPBHIE.

IIponece hopMupoBaHus pasyiibl y TaCTPOIO/ OMMCAH BCETO I TPEX BUIOB U3 JIBYX MOJKIACCOB
(Pomacea bridgesii (Caenogastropoda, Architaenioglossa), Lymnaea stagnalis u Cepaea nemoralis
(Heterobranchia)) (Mischor, Markel, 1984; Mackenstedt, Markel, 1987). Ha ocHoBe 3Tux crareii ObLIH
c(hOopMyIUPOBaHbBl OCHOBHBIE NPUHIUIBI (HOPMHUPOBAHUS PaTyJbl, KOTOPHIE 10 CHX IMOp SBISAIOTCA
obomenpunareiMu  (Ponder et al., 2019). IlomyuenHsle B 3TOH paboTe naHHBIE O MOPQOJIOTHU U
YIBTPATOHKOM CTPOCHHH PAAyJIIpHOTO Memika 31 BHIa racTporiosl U3 pa3HbIX MOAKIACCOB CYIIECTBEHHO
pacIIupyIId, 1, KaK 9TO 4acTO OBIBACT MPH MOIMOHEHUH UCXOIHBIX TAHHBIX, YCIOKHIIH MTPECTABICHHS O
(OpMHPOBAHUY PaATYIIBI TACTPOIIO.

HecMoTpss Ha TO, YTO 4YETIOCTH HE MeHee BaKHBI B ()YHKIMOHMPOBAHHH MUIIET0OBIBATEIILHOTO
amnmapara, MexaHu3smMam (HOpMHUPOBAHUS M BO3OOHOBJICHHSI YENIOCTEH yAETSUIOCh ellé MEHBIIIE BHUMAaHMS,
yeM paayie. [logpoOHbIX paboT mo GOpMUPOBAHHIO YETIOCTEH HET, B IMTEpAType BCTPEUAIOTCS JTaHHBIC
JUIIb 1O 0OIlIed opraHu3anuy OYKKalbHON MOJIOCTH, TAE€ BCKOJIb3b YIOMHUHAETCS THCTOJIOIMYECKOe

crpoerne uemocteir (Lutfy, Demian, 1967). B aroii paboTe BIepBbie MPEACTABICHBI IaHHBIC IO
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q)OpMI/IpOBaHI/IIO YEeIFOCTEH 1 BEISIBIICHBI OCHOBHBIC 3aKOHOMCPHOCTH HUX pOCTa U BO300HOBJICHUS B Pa3HbIX
HOJKJIACCaX TacTPOIIOI.

Fmé omnuMm HampaBieHueM paOOTHl OBUIO M3ydYeHHE 3aKJIaJKd TJIOTOYHOTO BOOPYKEHHS B
sMmOpuorenese. [loHnManne MeXaHU3MOB CHHTE3a U (POPMUPOBAHUS TJIOTOYHOTO BOOPY>KEHHSI HA CaMbIX
PAaHHUX CTAaAUAX Pa3BUTHUA B MNEPCICKTUBC IO3BOJUT OTBCTHTH Ha q)YH)IaMeHTaHBHBIﬁ BOIIPOC: KaK Ha
OCHOBE €IMHOTO, 10 CYTH, IJIaHA CTPOEHHS TJIOTOYHOTO BOOPY)KEHHS BO3ZHHKAET TaKOe HEBEPOSTHOE
pasHooOpasue. JlurepaTypHble CBEIECHUS O 3aKJafKe padyibl B OHTOreHe3e KpaiHe (parMeHTapHBI,
IMO3TOMY IIOJIYUYCHHBIC B JTOM pa60Te JAHHBIC TTO TMCTOTICHC3Y JIMYMHOYHOI'O INIOTOYHOT'O BOOPYIKCHUA Ha
YJIBTPACTPYKTYPHOM YPOBHE SBJISIFOTCS HA CETOAHSA €AUHCTBEHHBIMU.

CpaBHUTENBHO-MOP(OIOTHUECKUI  aHATN3 TIOJYYCHHBIX pEe3yJbTaTOB IO3BOJNMI  BBIIBHTH
OCHOBHBIE TATTEPHBI JOPMHUPOBAHUS BOOPYKEHHUS CTOMOJIEyMa racTPOIOI, a TAKXKE ONPEIEIUTh OCHOBHBIE
HaNpaBJICHUs! KIETOYHOH auddepeHurpoBKH B OHTOreHe3e W 0OCYIUTh BEPOSITHBIE HBOJIOIMOHHBIC
TpaHcQopMaIiu B rpyIIe.

OO0mast opranu3anus paayJsipHOro MelKa

OO01mmas opranu3zanus paayIspHOTO MEIIKa BCEX M3yUEHHBIX BUOB €IMHA U COBIAJAET C PAHHUMU
onucanusmu (Mackenstedt, Markel, 1987; Mischor, Markel, 1984; Wiesel, Peters, 1978), 3a uckitoucHueMm
HEKOTOPHIX (YHKIIMOHAIBHBIX OCOOCHHOCTEH, KOTOphIE 00CYXAaroTcsl HIKe. Panyna pacnonaraercs, 1o
Oornpiield  YacTh, B  paAyJIsIpHOM  MeIIKe, KOTOPBIH  TpeAcTaBiseT  co0OM  CKIAAKy
BBICOKOCTICITHAIM3UPOBAHHOTO OYKKaIbHOTO OJMOHUTENUs. B pagynspHOM MeEIIKe MOXHO BBIIEIHUTH
HECKOJIBKO 30H B 3aBUCHUMOCTH OT TOTO, KakKHW€ MPOIECChl B HUX MPOTEKAIOT: 30HA (HOPMHUPOBAHUS
MNEPBUYHOTO UYCXJIMKA, 30Ha CO3pPCBaHHA, I'IC MPOHUCXOAUT MOJHUMEpHU3AlUA XUTHHA W OKOHYATCIIBHO
dbopMupyercss OpraHU4YecKMi MaTpukc 3y0a; 30Ha MUHEpaNu3aluu, TrAe 3yObl HMIIPETHUPYIOTCA
pa3IMYHBIMH COCAMHECHUSMH JKelie3a, KpPEeMHHs, B MEHBIICH CTENeHU KaJbIUsl TOCPEICTBOM
CynpapayJIIpHOTO SMUTENHS, 3aX0/AIIEr0 MEXKIy 3y0aMu pajylibl; 30HA 3pEibIX 3yOOB — 3TO CPEaHsIs
4acTh padybl co 3penbivu 3yoamu (Hua, Li, 2007; Lowenstam, 1962; Mann et al., 1986; Rinkevich, 1993;
Runham, 19636; Runham et al., 1969; Sollas, 1907; van der Wal, 1989; Krings et al., 2022); pabounii kpaii,
KOTOPBII pacrioiaraeTcsi Ha OJOHTO(OPE; U 30HA JeTPaJAAlUU PaTyTbl — MPAKTUYECKH MO 0J0HTO(GOpOM.
[lo mepe wm3HammMBaHUS 3yObl OTPBIBAIOTCS M BBIXOASAT 4YEpPE3 POT HAapyXKy WIM IPOTIAThIBAIOTCS.
BoNBIIMHCTBO TacTpOmo/ MOCTOSHHO cOpachiBaeT 3yObl pamynsl (Isarankura, Runham, 1968; Runham,
1962; Shaw et al., 2008), omHako H3BECTHBI MPHMEPHI, KOraa 3yObl paiyibl He COpachIBAIOTCS, a
HAKaIbIBAIOTCS B JOMOJHUTEIHLHOM CyOpaayIsipHOM MEIIKE, KaK 3TO OMUCAHO JJISi BUIOB reTepoOpanxuit
Saccoglossa (Limapontia serrata) (Jensen, 1993, 1997) u mist ogHoro Buaa KoHouzaei Lophiotoma acuta.

BepositHo, B cyOpanyisspHbIM KapMaHE MOKET MPOUCXOIUTh YaCTHUHAs PEAyKIHs 3yOOB U MOBTOPHOE
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AOKOrnoccCHas pagyna

miz+maz

Pucynok 4.1. TIpuMepbl paaysipHBIX MEIIKOB pa3HbIX rpymn Gastropoda, cBeToBasi MHKPOCKOMHS. a.
Testudinalia testudinalis (Patellogastropoda). 6. Puncturella noachina (Vetigastropoda). B. Littorina
obtusata (Caenogastropoda). r. Cadlina laevis (Nudibranchia, Heterobranchia). O6o3nauenus: fz — 30na
dbopmupoBaHus 3y00B, Maz — 30HA CO3peBaHus 3y00B, MiZ — 30Ha MUHEpaIu3alu, Mth — 30Ha 3pesix
3y00B, 0 — 0JI0HTO(OP, SS — OMOPHAs CTPYKTYypa Py SIPHOTO MeIIKa, WZ — pabodnii Kpail payibl.

UCIIOJIb30BaHUE METaboIUTOB. JIpyruM oOBsSCHEHHEM MOXKET CIY>KUTh IOTepsi MeXaHu3Ma COpachIBaHUS

3y00B paxyisl. DyHKIIMOHAIBHOE MTPeodpa3zoBaHne CyOpaay sipHOTO MEIIKa MpencTaBuTesnei poga Conus
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npuBeino K (OpMHUPOBAaHMIO KOPOTKOTO pyKaBa pagyibl Ui XpaHEHHS B3POCIBIX, TOTOBBIX K
MCITOJIB30BaHUIO 3y00B. BIoTHE BEPOATHO, UTO XpaHEHHE OTPA0OTAaHHBIX 3y0OOB B 3TOM K€ MECTE OJIM3KUM
pOICTBEHHHKOM KOoHyca Lophiotoma orpaxaer cocrosiHue, npeamecTByomiee (HOpMUPOBAHHUIO KOPOTKOTO
pyKaBa KOHYyca.

JlnvHa paaysibl (a 3HAYKT, ¥ paayJIIPHOrO Melka) Koppenupyet ¢ turnom nutanus (Krings, Gorb,
2021; Shaw et al., 2008). Buapl, mpeacTaBUTEIM KOTOPHIX COCKPEOBIBAIOT OMOIIEHKY C TBEPIBIX
cyOCTpaToB, Kak HpPaBUJIO UMEIOT JUIMHHYIO paayiy. [IpuMepom Takux cockpEObiBaTeseil ciyxaT Bce
naresuioractpornosl ¥ Buabl Littorina (Caenogastropoda), ubst paayiia MpeBbIIIaET BHICOTY PAKOBHUHBI
CBEpHYyTa B civpajib B BUclepaibHOi Macce (PucyHok 4.1 B).

VYkopoueHHas paiyia, KOTopas Jake HE BBIXOAMT 3a I'paHUIBI OJOHTO(Opa, XapakTepHa AJs
racTpomnoj, He CKpeOyIX TBEPIbINA cyOCcTpart, Kak, HalpuMep, rojoxxadbepusie Moutocku (Pucynok 4.1 e).
Jpyroii 0cOOEHHOCTBIO paayl BHUIOB-HEXUIIHUKOB SBISETCS (POPMUpPOBAHUE JOMOJHUTEIHHBIX
KPBUIOBUIHBIX IPUJATKOB paiyisipHON mMeMmOpaHbl Ha pabodeM Kpae, KOTOpble OrnbaroT OZOHTO(GOp U
o0ecreunBaroT Jiyuuiee cLerieHue ¢ HUM. it ckpeOyIux BU0B, Y KOTOPBIX OCHOBHOE IBU)KEHUE PaTyJIbl
— 93T0 BHepéa-Ha3za] (BBIABI)KEHHE K CyOCTpaTy W BO3pallleHHEe C 3aXBau€HHBIMH YacTUYKaMH),
XapakTepHa Takxke cyOpanyisipHas MemOpaHa. DTa JONOJHHUTENbHAs MeMOpaHa, MOJCTHIIAIONIAS PaLyITy
Ha paboueM Kkpae, 00ecreynBaeT AONOJHUTENbHYIO MOABIKHOCT €€ OTHOCUTENBbHO oJloHTO(dopa. Panyna
BUJIOB, IHIIEBBIE INPEANOYTEHHUS KOTOPBIX CMECTHIMCh B CTOPOHY IUIOTOSJHOCTH, HE MMEeT HHU
KPBUIOBHIHBIX MPHUIATKOB, HU CyOpanyJsipHO MeMOpaHbl, Kak, Hampumep, pamyna Clione u Bumgos
Conoidea.

BnepBbie ObIO MOKA3aHO, YTO PALYJIApPHBIA MEMIOK IOKPHIT OTHOCUTENBHO TOHKOH
COEJIMHUTEIIbHOTKAHHOW 000JIOUKOM, KOTOpas COCTOMT W3 KOJUIAr€HOBOTO MATpHUKCA, OIMHOYHBIX
MBILIEYHBIX BOJIOKOH U OTJENBHBIX KJIETOK C XOPOILO Pa3BUTHIM CHHTETUYECKHM anapaTtoM. JTa 000JI0uKa
HEepeAKO paspacraeTcs B JONOJHHUTENbHBIE MOJAJIEp)KUBAIOIIME (OMOpPHBIE) CTPYKTYphl B 30HE
¢dopmupoBanus paaynbl. Kak mpaBuiio, 3To XapakTepHO JJIs [UIMHHBIX W/WIK IUPOKUX paxyi. B ciydae
YAJMHEHUS paysibl HeXHasi 30Ha (OPMUPOBAHUS CTAOMIM3UPYETCS C MOMOIIBIO 3TUX CTPYKTYp MyTEM
npupactaHus K 6oJiee MIOTHON YacTH paayJibl, Kak, Harmpumep, y Littorina wmu Testudinalia (Pucynok 4.2
a, 0). CoeIMHUTENIPHOTKAHHAS OMOpHAsi CTPYKTypa MOKET BBICTYIATh KaK BHEIIHUN Pa3JIeNUTENb 30HbI
(dopMHpOBaHUS MHMPOKOH PHUIHIOTIOCCHON paaynbl Ha JBe mosoBUHBI (PucyHoxk 4.2 B) mim Kak
BHYTPEHHUH pa3rpaHUuUTENb PUIUAOTIIOCCHOM paxyiibl HeputuMopd (Pucynok 4.2 r). Takoe pa3neneHue
30HBI (POPMHUPOBAHUS pajyJibl Ha JBE YACTH YBEJIWYMBAET IJIOLIAJb CUHTETUYECKON MOBEPXHOCTH, YTO
o0ecrieuynBaeT €JUHOBPEMEHHBIH CHHTE3 JJIMHHBIX MHOTOYHMCICHHBIX MapruHaibHbIX 3y0oB. Iloxoskee

pacuieruienne MokHo HaOmogate y Cadlina (Nudibranchia, Heterobranchia) ¢ mmpoxoii pamynoi u
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MHOI'OYHCJICHHBIMH SY6aMI/I B IIOINICPCUYHOM PAAY, YTO MOKET CBUACTCIILCTBOBATH 00 aJarITUBHOCTHU TaKOI'O

pazzenenus, KOTOpoe MOXKET BO3HUKATD MPH YBEIHMUEHUU IUPUHBI PATyJIbl U/UIU YJUIMHEHUH 3y00B.

a Patellogastropoda B Vetigastropoda

| pagyna
- w’" AOKornoccHas o PUNMAOrNOCCHaS
Testudinalia testudinalis Margarites helicinus

e . papyna papyna
"~ TenvoroccHas B QIDECH S
Lacuna pallidula Nerita litterata

Pucynok 4.2. Ilpumepsl opranuzanuu 30HbI (OPMUPOBAHHS PATyJbl B Pa3HBIX TPyINax racTpPOIO.
TpexmepHass PEeKOHCTPYKIMS IO CEpUsM IMOJYyTOHKHX cpe3oB. Ilomympo3paunblii KOHTYp 00O3Hadaer
IPaHULBl PayJIIPHOTO MEIIKa, XKENTHIA KOHTYP — COEIMHUTEIbHO-TKaHHAs [TO//IEP’KUBAIOIIAsl CTPYKTYpa.

CoeIMHUTEIBbHOTKAHHBIC pa3pacTaHusl JaBHO ONMCAHbI JUIs MIMPOKHMX paayn Eupulmonata
(Heterobranchia) (Curtis, Cowden, 1977; Mackenstedt, Markel, 1987; Mischor, Mirkel, 1984; Wiesel,
Peters, 1978). Dro paspactanue (KOJUIOCTHIIb) 3alONHSACT ICHTPATbHYIO YacTh DPaayJIIPHOTO MeEIKa,
MPENATCTBYSI CMUHAHUIO TUPOKOH patyibl. KommocTuib Takxke ObLT OMUcaH B 3TOM paboTe JIsl ABYX BUOB

Nudibranchia, qTO MOJTBEPKIACT IPEITONI0KEHUE 0 IIHPOKOM  PacIpOCTPaHCHHUU
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COCTMHUTEIbHOTKAHHBIX TOACPKUBAIOIINX CTPYKTYp, AaCCOIMHPOAHHBIX C paayJapHbIM MEIIKOM,
KOTOpBIE, MO BCCH BUAUMOCTH, SIBIISIOTCS TOMOJIOTHYHBIMH.

B panynspusix merikax Nerita (Neritimorpha) u Lacuna (Caenogastropoda) BrepBbie ObLIH
OITMCAHBI JIOMOJHUTEIBHBIC OMOPHBIE CTPYKTYPBI, COCTOSIINE W3 BaKyOJM3WPOBAHHBIX KIETOK W Ha
YIABTPACTPYKTYPHOM YPOBHE HAIIOMHHAOILIME «XPSIIM» OMOHTO(GOpa. BepositHO, Takas momudukarms
COCIMHUTEIbHOTKAHHOTO 00pa30BaHUSI — HE PEAKOCTb JUIS TaCTPOIOJ U MOXKET BO3HHKATh B Pa3HBIX
MeCTax IpH HeoOXoAuMOCTH. BooOIe, pa3BUTHE XPAIICHOA00HBIX CTPYKTYp — HE caMOe HEOOBIYHOE
sSIBJICHHE Y OECIO3BOHOYHBIX: TaKasi OMOPHAsl CTPYKTYpa BCTPEUACTCs, HANPHMEDP, B KAOCPHBIX JTydax
cunsunx anaenun (Cole, Hall, 2004).

Oco0eHHoCTH 30HBI (OPMHUPOBAHMS PALYJIbI

B 3aBrcHMOCTH OT THIIA paayJibl (2 TOYHEE, IIUPHUHBI PaayJibl) 30HBI (HOPMUPOBAHUS PAJTLYJIbI MOXKET
OBITh pa3HOW (OPMBI: OBaNbHOW (B OOJBIIMHCTBE CIIy4aeB, KaK Yy JOKOTJIOCCHOW, TEHHOTJIOCCHOU H
INPAKTUYECKU BCEX paayil TosiokaOepHBIX MOJUIFOCKOB), BHEILHE pacIleIUIEHHON Ha JBe YacTdu (KaK y
PHUIHIOTIIOCCHON paaysbl BETUTacTPONO], — IIUPOKOW, C JJIMHHBIMU MaprUHAIBHBIMH 3y0amH),
BHYTPEHHE PACIICIUIEHHON Ha JBEe YacTH (KaKk B IIMPOKHX PHUIMHAOTIOCCHBIX paayiaX HEPUTHUMOP) U
HIMPOKUX pajysiax AOpPHI), a KpOME TOro, paayjla MOXKET HE paclIMpATbCA (KaK CTEHOIJIOCCHAas U
TOKCOTJIOCCHAsI paayiisl HeoracTponon) (Pucynok 4.1, 4.2).

OcHoBHBIE 0COOEHHOCTH 30HBI (POPMUPOBAHUS PAAyJbl FACTPONOJ Cieayronue: 1) cnocoOHOCTh
0JIOHTO01acTOB K (hOPMHUPOBAHUIO HOBBIX PAZOB 3yOOB B TedeHHE Bcell xHU3HHU. [ToCKONbKY psbl 3y00B
pamyJibl cepHaIbHbBIE, TO OJJOHTOOIACTHI MPOXOAAT (hazy aKTHBHOTO CHHTE3a 3y0a M (hazy MOKOs, KOTOphIE
CMEHSIOT JIpyT ApyTra. BeposTHO, 04HM U Te e 0J0HTO0IaCThI CIOCOOHBI MPOU3BOIUTE HE OJIUH Psijl 3y0O0B.
Takoil cuHTE3 MOXHO Ha3BaTh MEPUOJUYECKUM; 2) MepMaHeHTHOe (hopMHpoBaHHE MeMOpaHOOIaCTaMU
panynsipHOil MeMOpaHbl B T€YEHHE BCEW JKU3HU MOJUIIOCKA, TO €CTh CHHTE3 paaysiipHONl MeMOpaHbl, B
OTIIMYME OT padyiibl, MOCTOSHHBIA; 3) MOJAepKaHME KIETOYHOTO TIOMeocTa3a IyTEM aronTo3a
O0TpabOTaHHBIX OJOHTOOJIACTOB U TOIOJHEHUSI HOBOTO Iysa U3 HeaupdepeHIIMpOBaHHBIX KJIETOK 30HBI
nponudepanuu. [Ipoaudepupyromye KIeTKH pacloiaratoTcs B IATEPaTbHBIX YacTIX 30HBI QOPMHUPOBAHUS
pagyibl B CyHpapaaylisIpHOM OJIUTENIMH, HEMHOTOYMCICHHBIE JEJIEHUS TaKXe BCTPEUYalOTCs B
cyOpamyJIsipHOM SITUTEINH.

Pa3nooOpa3zue panyn HakIaAbIBaeT OTIIEYATOK HE TOJBKO Ha (GopMy 30HBI (POPMUPOBAHUS, HO U Ha
KJIETOYHBIA cocTaB. Takue mpu3Haku, Kak 1) KomuuecTBOo, ¢opmMa U pa3Mep OJOHTOONIACTOB,
dbopmupyromux 3y0, 2) muddepeHnupoBka MeMOpaHOOIACTOB, 3) MHUTOJOTHMYECKHE OCOOCHHOCTH
CyOpamyssIpHOTO DSIHTENHS, C OJHOW CTOPOHBI HWMEIOT OOIIMe 3aKOHOMEPHOCTH, OIpeaeIEHHBIC

(UIOreHeTUYECKUM IMOJIOXKEHUEM T'PYIIIIBL, a ¢ IPYroil — BapraleIbHbI U 3aBUCSIT OT MOP(OJIOTHUH PaLyibl.
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Hwxke mpencraBieHsl OCHOBHBIE 3aKOHOMEPHOCTH (DOPMHUPOBAHHS  pPaayibl, THUCTOJOTUYECKHE
0COOEHHOCTH M TpaHC(OopMaIllUK Pa3HBIX TUIIOB KJIETOK B 30HE ()OPMHUPOBAHUS.
Ooonmoodnacmol

VY ractponos 00HTOOIACTHI Pa30MTHI Ha TPYIIIBI, Kaxkaas U3 KOTOPBIX GpopmupyeT oauH 3y0. Kak
NPaBUIIO, BCE 3yOBI B STy CHHTE3UPYIOTCS €MHOBPEMEHHO. Yare Bcero 0JoHT00IaCThl IHITHHIPHIECKON
(dopMBI, ¢ 6a3aIbHO PACTIONIOKEHHBIM OBAIBHBIM SIPOM, AJICKTPOHHO-TIPO3PAavyHON IIUTOILUIA3MON, XOPOIIO
Pa3sBUTBHIM CHHTETUYECKMM amlapaToM U IMTOCKEIETOM, KOTOPBIH IpEeICTaBlIeH MUKPOTPYOOUKaMH,
NPOHM3BIBAIOIIMMHU KJIETKY OT OCHOBAHHMS 10 alMKadbHOM yacTH. KileTKH moacThiaeT Xopouio pa3BUTas
0azanmpHas 1acTUHKA. KJIETKH COeIMHEHBI B alMKaJbHOW YacTH aAre3WBHBIMH KOHTAaKTaMH, KOTOPBIE
gacto (opmupyror zonula adhaerens, u centupoBaHHBIMH KOHTakTaMu. EmE OIHOH 0COOCHHOCTBHIO
SABIIETCS Haluuue OaszajbHBIX TeJell B aNnuKajJbHOM 4YacTW KIETKH, KOTOpbIE IPHCYTCTBYIOT B
OJIOHTOOIAacTaX TMPAKTHYECKH BCEX HCCIEOBAHHBIX padyil. AIMNUWKaldbHAas 4YacTb KIETOK HECET
MHOTOYHUCJICHHBIC MUKPOBUILIIM, KOTOPbIE MOTYT IIyOOKO MpOHUKaTh B HOBBIH 3y0 (Kerth, 1979a; 1983;
Kerth, Krause, 1969; Mackenstedt, Markel, 1987; Mischor, Markel, 1984; Wiesel, Peters, 1978). Kpome
MUKPOBMIIISIPHOM CEKPELUH, MOXET MPUCYTCTBOBATh MEPOKPHHOBAs M arnoKpuHOBas. TuIl cekperuw,
BEPOSITHO, 3aBUCHUT OT (a3bl cuHTE3a 3y0a. Ecin 0JoHTOGIacThl B aKTUBHOH (pasze, TO MUKPOBUIIIEH MHOTO,
a K €€ OKOHYaHWIO MUKPOBHJUIM YKOPAUMBAIOTCS, U B KAQUECTBE OCTATOYHOW CEKpEeIMH HIET OTHEICHUE
Bakyousieil. Pacronoxenue, ¢popma M KOJIMYECTBO OJOHTOOIACTOB HAa OXUH 3y0 MOTYT CYyIIECTBEHHO
OTJINYATHCS B pa3HbIX rpymnmnax racrponon (Tabmumna 4.1, mpuinoxeHue K riaase 4).

3ona ¢opmupoBanusi panynsl  Patellogastropoda yromménnas, pacnoioxkeHa BHYTpH
BUCIIEpAIbHOW Macchl. [logymku OZOHTOOIACTOB pa3MEIIaloTCsi B TEPMHHAIBHOH YacTH W XOPOIIO
pa3IMYMMBl B MaciTabe CBETOBOW MHUKpPOCKONWHU. Kaxias MoAyIKa CONEP>KUT THICSYH OUYeHb TOHKHX H
JUTMHHBIX OJI0HTOOIAacTOB. Spa HaxoaaTCs B 0a3aIbHBIX YacTSAX KJIETOK Ha Pa3HBIX YpoBHsX. KieTounsie
coelHEeHUs1 0Opa3yroT otdeTnuBbie zonula adhaerens. 3yObr 00pa3yroTcs Kak MyTéM MUKPOBHIUISIPHOM,
Tak W myTéM amokpuHoBoil cekpeuuu (Peters, 1979; Runham, Isarankura, 1966). Kak npeamnonaraiock
BBIIIIE, TIPH TEepexoJie OT (a3bl aKTUBHOW CEKpelHd K (pa3e MOKOS THUI CEKPEIMH MOXKET MEHSTHCS C
MHUKPOBHJUISIPHOTO Ha aroOKpUHOBBIH. OZOHTOONACTHI MMEIOT Oa3albHbIC TEJblla B ANHMKAJIBHOM YacTH
kneTok (Pucynok 4.3).

Oco0eHHOCTBIO 30HBI opMHUpOBaHUs paay sl Vetigastropoda sBisieTcst pasaeieHue paaysisspHOro
Melka Ha JiBe 4act («pora») (Sasaki, 1998). Ha rucromornueckoM ypoBHE MOKa3aHO, YTO B «POTax»
GopMuUpyIOTCS UIMHHBIE MapruHaJbHbIE 3yObl, @ B MECTE CIUSHHUS — 3yObl IIEHTPAIBHOTO IO,
BKJTIIOYAIOIIME IICHTPAJIBHBIN U JlaTepasbHble 3yObl. O10HTOOIaCcTH OBIBAIOT ABYX THIOB. LleHTpanbHbIE U

JaTCpaJIbHBIC 3}’61)1 CUHTC3UPYIOTCA OTHOCHUTCIBbHO HCEMHOI'OYMCJICHHBIMU TIPYyIIIIaMU y,HJ'II/IHéHHI)IX
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Pucynok 4.3. [Ipumeps! 0JOHTOOIACTHI TMUYUHOYHOM U B3POCIION payiibl B €AMHOM MacliTale.

O,I[OHTO6J'IaCTOB ¢ 0a3anbpHO PAaCIOJIOKCHHBIMU AApaMHU, XOPOLIO Pa3BUTBIM CUHTCTUYICCKUM allllapaTOM U

0a3aJpHBIMU TENBLIAMHU B alMKaJbHBIX YacTsAX. OOHTOONACTHI, CHHTE3UPYIOIINE MAapTUHAIbHBIEC 3yOBl,
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CHIIHO MOTU(HUIIMPOBaHbl. OJIMH BBITSHYTHI MapTUHAIBHBIN 3y0 (POPMHPYETCS TPYIIION 00HTOOIACTOB
KyOndeckoi (hopmbl, COOpaHHBIX B CTOJIOIIBI, PACIIONIOKEHHBIE BIOJIH (hopMupytomerocs 3yoa. KomuuecTro
TPy OJJOHTOOJIACTOB COOTBETCTBYET KOJIMUECTBY (popmupytomxcs 3yoos (PucyHok 4.3).

Punmpornoccuas pamyia Neritimorpha otimdaercs oT pamyiibl BETHIAcTpOINoa 0osee MIMPOKUM
nenTpanbHbiM mosiem (Macey et al., 1997; Unabia 1995) u menee ofHOpOIHBIMHE 110 (OPME JIaTepaTbHBIMU
3yOramu. PagynspHbIi MEIIOK KPYIHBIA, JUIMHHBIN, IIMIHHAPUYECKUM, C HECKOJIBKO YTOIIIEHHON 30HOM
oOpa3oBaHus, 0€3 BHEIIHEro paculeryieHus Ha «pora». TeM He MeHee, TUCTOJIOIHYEeCKHE UCCIIEOBaHUS
BBISIBHJIM 3HAYUTEIHHOE CXOJICTBO C BETUTACTPOIO1aMu B (hOpMUPOBAHUH PaTyiIbl. 30Ha (OPMHUPOBAHUS Y
HepuTHMOp( pacieruieHa BHyTPH, XOTsI BHEIIHE 3TOT0 He BUIHO. DOopMHpOBaHUE 3yOOB B IIEHTPATHHOM
1oJie MPOMCXOAUT B MECTE CpacTaHMs JBYX IMOJIOBUH, TOTJa KaK MapruHaibHbIE 3yObl CUHTE3UPYIOTCS B
neperopojakax. OmoHTOOJACTbl HEHTPAIBLHOIO IO KPYHHbIE M yIIMHEHHBIC, & MapruHajbHbIE 3yObl
CHHTE3MPOBAaHBl OJOHTOOJIACTAMHU KyOM4YecKoil ¢opmbl, O0OpasyIOUIMMH MHOTOPSIHBIA SIHUTEIHA,
PpacroyioKeHHbIN BA0Ib hopmupytomerocs 3yda. Takum 00pa3oM, pUIUAOTIIOCCHBIE PaTyJibl HEPUTUMOPD
U BETUracTpPOIOJl, HECMOTPs Ha WX pa3nuuusi B (popme 3y00B u Mopdojoruu 30HbI (HOpMHUpPOBAHUS,
JIEMOHCTPUPYIOT HEKOTOPBIE CXOIHbBIE YEPThI, KOTOPbIE MOTYT ObITh aJaNTalUsIMU K CHHTE3y JJIUHHBIX
MapruHajibHbIX 3y00B (Pucynok 4.3).

Tenunornoccuass pamyna Caenogastropoda dopmupyeTcs B pacHIMPEHHOM CJICIIOM KOHIIC
paaynsipHoro memika. OAauH 3y0 CHHTE3UPYETCS] OTHOCUTENHHO HEOONBIINM KOTUYECTBOM YATUHEHHBIX
oJlIoHTOOIacTOB. Ha ynpTpacTpyKTypHOM ypoBHE (IIOJIOKEHUE Spa, HATHYUE OpraHelll) OHU JOCTaTOYHO
OJTHOPOJIHBI, @ pa3Mepbl MOTYT CYIECTBEHHO Pa3IMYaThCs B 3aBUCHMOCTH OT pa3Mmepa 3yOa. Hambonee
KPYITHBIC U3 UCCIICA0OBAHHBIX 0JI0HTO0AaCTOB 0OHapyskeHbl y Littorina u Lacuna, Toraa kak y Skeneopsis,
paKoBHHA KOTOPBIX B AMAMETPE HE MPEBBIMIACT 2 MM, a paayJia KpOIlevHas, 0JJOHTOOIACThl TPUMEPHO B
yeTeIpe pa3a MeHbine, 4yem y Lacuna (Pucynok 4.4). Takum oOpa3om, ¢ yMEHBIIIEHHEM pa3Mepa 3yOa
YMEHBIIAIOTCS pa3Mep M KOJIMYECTBO OJIOHTOONACTOB, MPHUXOJAMIMXCS Ha OAMH 3y0. MHTepecHble
pe3yJbTaThl MPUHECIO CpaBHEHHE aOCONIOTHBIX pasmepoB opoHToOMacToB Neogastropoda (Conoidea).
Oxazanock, 4TO OJOHTOOIACTHI MCCIIEIOBAHHBIX BHUJIOB KOHOWICH OJHOTO pa3Mepa M COU3MEPHMBI C
0JI0HTOOIacTaMu ropas o 6osee Meakux SKeNeopsis, XoTs 3yObl paTy bl KOHOWIEH HAMHOTO KpyTHee. DTO
MOXET OBITh CBSI3aHO C pPa3IMYHBIM IIOJIO)KEHHEM OJIOHTOOJAcTOB. Y HCCIEeIOBAaHHBIX KOHOMIEH
MapruHajbHble 3yObl JJIMHHBIE W HANpPaBJICHbI BJOJb MPOJOJIBHOW OCH pPaIyJIsipHOTO MeEIKa. 30Ha
dopMHpOBaHUST TaKXKe Y/UIMHEHA, a TPYNIBl OJOHTOOIACTOB pACIONAraroTcsi CyOTepPMHHAIBHO U
natepanbHO. Takoe pacroiiokeHHe OOecreurBaeT JOCTATOYHYIO CHUHTETHYECKYIO IUIOMIAb, KOTOpas
no3BOJIsIeT PopMUpPOBaATH 3y0 O€3 yBenmueHus: pa3MepoB 010HTOOMacToB. [ToaBens UTOT, MOKHO OTMETHTH

CJeAyIoINe TeHACHIIMHU: 1) pa3Mep U KOJIMYECTBO OJIOHTOOIACTOB KOPPETUPYET C pa3MepoM 3y0a (Kak 3To
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Heterobranchia
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15 pm

Pucynoxk 4.4. [Ipumeps! 00HTOOIACTHI TMYUHOYHON U B3POCIION palysibl B €IMHOM MaciiTade.

ObUIO MMOKAa3aHO Ha mpuMepe GOPMHUPOBAHUS TEHUOTIIOCCHOM payiibl); 2) pacloyioKeHHe U KOMIIOHOBKA

OJIOHTOOJIACTOB BaKHA MPHU (POPMUPOBAHUH PA3HBIX MO GopMme 3y00B (Kak ObUIO TOKa3aHO JJIsl KOHOUEH,
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OJIOHTOOJTACTHI MAPTUHAIBHBIX 3y0OOB KOTOPBIX BHITATHBAIOTCS BJIOJIb 30HBI (DOPMUPOBaHHSI, 0OecreunBas
CHUHTE3 JJTMHHBIX MapTHHAIBHBIX 3y0O0B).

HecmoTpss Ha 3HAa4YMTENbHYHO HW3MEHYMBOCTB paaynsl Heterobranchia, moxno BbImenuTh
HEKOTOpBIE 00IIHe 3akoHOMepHOCTH €€ (popmupoBaHus. OJOHTOOIACTHI PACTONOKEHBI CyOTePMHUHAIBEHO
(Hoffmann, 1939; Hughes, 1979; Rudman, 1971; Kerth, 1979a; Mackenstedt, Markel, 1987), kak u y
neoractponoy (Kantor, Taylor, 2000), u, 8 otmuune ot Patellogastopoda, Vetigastropoda u Littorinimorpha
(Peters, 1978; Mischor, Mérkel, 1984), 3y6 cunte3upyercs: HEOOIBIIMM KOJIUIECTBOM OJIOHTO0IACTOB (OT
oxHoro g0 15-20) (Hoffmann, 1939; Hughes, 1979; Rudman, 1971; Kerth, 1979a; Mackenstedt, Markel,

1987), 4T0 HAMHOT'O MEHBIIIE COTEH 0JIOHTOOJIACTOB Y BETUTACTPOIIO U THICSAY y TaTesuioracTpomno (Peters,

HeterolZ)Franchia od
Caenogastropoda Neritimorpha
Patellogastropoda Vetigastropoda Vetigastropoda

(natepanbHble 3y0bl) (MapruHanbHble 3y0bi)

Pucynoxk 4.5. Kondurypamus oJoHTOOIacTOB B pajaylsipHOM MEUIKE B Pa3HBIX IpyNmax OpPHOXOHOTHX
MOJITIOCKOB. CXeMBI IPOJONBHBIX CPe30B uepe3 30HYy (opmupoanus paxyisl. O6o3HayeHHsi: NMt —
dopmupyromwuiics 3y0, 0d — ogoHTOOIACT, M — paayssipHas MeMOpaHa.
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1979). V bsyTuHEBpanbHBIX TE€TEPOOpaHXMIl OJOHTOONACTHI KPYMHbIE IO CPAaBHEHHUIO C JPYIHUMH
AMUTEINATHHBIMHE KJIETKaMU PaIyJIIPHOTO Memka. Pazmep 0I0HTOO7IaCTOB 3HAUMTENILHO BaphUPYETCS B
3aBHCHUMOCTH OT pa3Mepa cekperupyemoro 3yoa (Pucynok 4.4).

Ha ocHOBe MOJIy4eHHBIX JaHHBIX MO IIUTOJIOTMYECKOMY Pa3HOOOpa3HI0 OJIOHTOOJACTOB B Pa3HBIX
rpynmnax MOKHO cJielaTh CleayIoe 00001eHusl.

1. IIMTONOTrNYECKUMU OCOOCHHOCTSIMU OJIOHTOOJIACTOB BCEX H3YYEHHBIX T'acTPOMOJ SIBISIOTCS:
XOpOIIO Pa3BUTHI CHUHTCTUYECKHU ammapar, 3JIEKTPOHHO-TIPO3payHasl I[UTOIIa3Ma, IPOHU3aHHAS
MHUKpOTpyOOuKaMu, ¥ 0a3albHO pacHoiokeHHoe Aapo. OYeHb YacTO B aNMKAJIbHBIX YacTAX KIETOK
HaOroatoTesl Oa3aibHBIE TEbIA, YTO CBUACTEILCTBYET O MPOUCXOXKICHHU W3 PECHUYHOTO DIUATEIUS
BBICTHJIKH TIEPETHEH KUIIIKH.

2. HecmoTps Ha BBICOKYHO MOP(OJIOTHYECKYIO H3MEHUYMBOCTh PaayJibl, pasmep u (opma
OJIOHTOOJIACTOB JIEMOHCTPUPYIOT (PUIOTCHETUYCCKUN CUTHA B PA3IMYHBIX (DUIOTEHETHYECKHUX JIMHUSIX
(Pucynox 4.5). 3y6 mokorioccHoit paaynbel Patellogastropoda cunresupyercst ThICSIYaMu OYCHD Y3KHX U
OUYCHb YJ/UIMHEHHBIX OJOHTOOJACTOB. B IEHTpaIbHOM TOJIE PUMTUAOTIOCCHON pallysibl BETUTACTPONO] U
HepuTUMOpP(], a TakKe B Pa3IMYHBIX pPajyjiax I[EHOTracTPOIoJa 3yObl 0Opa3oBaHbl IWJIMHAPUYCCKUMHU
0JIoHTOOIacTaMK, 00Pa3YIOIIMMHU TPYIIbLI U3 COTEH KJIETOK, CHHTE3upyomux oaul 3yo (Mischor, Markel,
1984). Hakoner, 3y0 y reTrepoOpaHXuii CHHTE3UPYETCsS HEMHOTOUYHCICHHBIMU OTHOCUTEIBHO KPYITHBIMH
omonrobmactamu (Hughes, 1979; Mackenstedt, Markel, 1987).

3. CwibHO yANMHEHHBIE MaprHHAIBHBIC 3yObl PHUIHIOTIIOCCHON pajaylibl BETHUTACTPONON U
HEPUTHUMOP(] CHHTE3UPYIOTCS TPYIIIAMH MHOTOPSIHBIX 070HTOOIAcTOB (PucyHOK 4.5), pacnoio)eHHbIX
BI0J1b 3y0a. ITocKoNIbKyY 3TH J1Ba MOIKIIacca He SBISOTCS OIU3KOPOICTBEHHBIMHE, COTJIACHO HOBBIM JIaHHBIM
o wmakpoduimoreann Oproxonorux wmosutrockoB (Uribe et al., 2022), 1o, BO3MOXHO, pamyia
PUITHAIOTIIOCCHOTO THIA BO3HUKJA JIBAXIbl: HE3aBHCUMO B pas3HbIX mojkiaccax. ClieoBaTenbHO,
MPOMCXOXKJICHUE MHOTOPSTHOTO SMUTEIUS MOXKET OBITh KOHBEPICHTHBIM.

4. PazMep W KOJHMYECTBO OJIOHTOOJIACTOB HAa OJAWH 3y0 YMEHBIIAIOTCS C OTHOCHUTEIbHBIM
yYMEHbBIIICHHEM pa3Mepa 3y0a, 4To MPOCIEKHUBACTCS JIsl TCHHUOITIOCCHON pamysibl Caenogastropoda u
panynsl Heterobranchia. Hampumep, tenrpansusiii 3y6 Dendronotus frondosus snaunmTensHO Iupe u
MacCHBHEE, YeM JlaTepalibHble, U pa3Mep 0J0HTOOIACTOB KOPPETUPYET C pa3MepoM 3yO0B: OJJOHTOOIACTHI
[EeHTpaJbHOTO 3y0a KpymHee OJOHTOONACTOB JaTepajbHBIX. B Jpyrux moakiaccax, TA€ YHCIO
0JIOHT00JIACTOB, (OPMHUPYIONMIUX OIUH 3y0, JOCTHTaeT HECKOJIBKUX COTE€H (paayibl BETUTACTPOIIOJ H
IICHOTAaCTPONOA), & TO W ThICAY (Paaysbl TATEUIOTaCTPONOA M HEPUTHMOP(), pPElIarT BOIPOC
HapaIlluBaHUs pa3Mepa W TONIIMHBI 3y0a HE YBEJIMUCHHEM pa3Mepa OJOHTOO0JIACTa, a YBEIHUCHHEM HUX

KOJIM4YECCTBA.
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5. Pa3Hbie 0JT0OHTO0IACTHI IEMOHCTPUPYIOT pPa3HBIC TUITHI CEKPEIIUH (aTOKPUHOBASI, MEPOKPHHOBAS

Wi MHKpoBWLIApHas) (PucyHok 4.6). DTO MOXKET 3aBHCETh OT IUIOIIAA CHHTETHYCCKOW aKTHBHOCTH

OI[OHTO6J'IaCTOB. HaHpHMep, O4YCHb Y3KHC OI[OHTO6J'IaCTBI NaTejiIoracTponona XapakKTCPpU3YHOTCA

mi va

B - Lo

PR
s
a3eer

¥

PﬁcyHOK 4.6. Cxema MexaHU3Ma IMMEPUOTUIECKOTO CHHTEe3a (a—B), XapaKTepHOTO JUIS panxyiiel (T—e) U
yemrocTeit (k—u). AnMKainbHas yacTh oJJoHTOOMacToB Testudinalia testudinalis u rnaro6mactos Puncturella
noachina, TEM.
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arOKPUHOBOM cekperuei. C Apyroi CTOPOHBI, IPU CUHTE3¢ 3y00B y OJTHOM M TOH ke paayJsl (kak y Conus)
MOYKHO HaOJII0JaTh pa3Hble THUIBI CeKpeluH. TakuM o0pa3oM, pa3iIU4HbIE COCTOSHUS CHHTETHYECKOH
MIOBEPXHOCTH MOT'YT CBUJETEIbCTBOBATh O MEPEX0Jie 0J0HTOOIacTa OT (ha3bl aKTUBHOI'O CHHTE3a K (aze
nokost (Mackenstedt, Markel, 1987; Wiesel, Peters, 1978).
Memobpanoobnacmaor

MemOpaHoOaacThl, KaKk U OJOHTOOJIACTBI, XapaKTEPU3YIOTCS XOPOIIO Pa3BUTHIM CHHTETHYECKUM
anmnapatoMm u xurocomamu. CuHTE3 MeMOpaHBbl, B OTIIMYUE OT 3yOOB pajayJibl, HIOCTOSHHBIN, TO3TOMY IS
He€ XapakTepeH TOJNbKO MHKPOBHUISIPHBIM THI CeKpenud. MemOpaHOOIACThl  PaCIOIOKEHBI
HETIOCPEICTBEHHO 33 OJIOHTO0IACTaMH M YacTO IUIOXO OTIMYAIOTCS OT HHUX I10 IIUTOJIOTHH Y OOJBITHHCTBA
OpIOXOHOTMX MOJUIIOCKOB. B mpenplaymux  HCCleOBaHUSX aBTOPbl  HCHOJIB30BAlM  TEPMHH
«OJIOHTOOJIACTBI» UIsi 00OMX THUIIOB KIETOK, oOpasyromux 3yOsl u memOpanbl (Carriker, 1943; Fretter,
Graham, 1962; Kerth, Krause, 1969). MemOpaHoOiacTbl MaTEIUIOraCTPONO MEHEE YIJIMHEHBI, YeM
oJ10HTOOIacThl. MeMOpaHoOIacThl BETUTACTPOIIO UMEIOT TY e (POpMY U IIUTOJIOTMYECKHE OCOOEHHOCTH,
YTO M OAOHTOOJACTbI, U MOTYT COJEpKaTh Oa3albHbIC TEJbIA B AlMKAIbHBIX YacTAX. Y LIEHOracTpOIoJ
MeMOpaHOOJIacThl MMEIOT 0Oojiee LMWIMHAPUYECKYI0 (opMy, YeM OJOHTOONACTbl, U OTIUYAIOTCS
IUIOTHOCTBIO 1UTOIUIa3Mbl  (Oosiee mpospaunsl) (Mischor, Mairkel, 1984). MembOpaHo6aacTsl y
rerepoOpaHxuil KpynHee KJISTOK BBICTHIIKMA paayJIIpHOrO MEIIKa, HO Mejbue oxoHToOmactoB (Hughes,
1979; Mackenstedt, Markel, 1987). V synyasmMoHaT 0 uH MEMOPaHOOIaCT COOTBETCTBYET OJHOU TPYIIIIE
OJIOHTOOJIACTOB U JIEKUT cpasy 3a Hel. O0BEMHOE AP0 OOBIYHO PACIIONIOKEHO B Oa3aJIbHON YaCTH KIIETKU
U OKPYXKCHO IIEPOXOBAThIM dHJOIUIa3MaTHueckuM petukyinymoM (Mackenstedt, Markel, 1987). Takum
o0pa3om, Mopdomnoruueckas auddepeHianus oJ0HTO0IACTOB 1 MeMOpaHOOIacTOB, B TOM yucie Gpopma
KJIETOK M JIEKTPOHHAS IUIOTHOCTH IIUTOILIA3MBbI, HE SIBIIIETCS 00MIei 1 0OHapyKeHa B HEMHOTHX TpyIax
(y Lacuna u Eupulmonata). ¥V npyrux OproXOHOTHX 3TH THIIbI KJIETOK MOYKHO Pa3IHYUTh 110 MX (YHKIIHAM
U PacIroJIOKEHUIO.

Cyopadynapustii Inumenuil

CyOpanynspHblil SIUTENUNA TUIOTHO THpUJIeTaeT K paiyisipHON MeMmOpaHe U, BEpOSITHO, MOXKET
y4acTBOBATh B JABMKeHHH paayibl Brepén (Kerth, 1973), Ho ¢ apyroil cTOpOHBI, KIETKH CyOpaIyIsspHOrO
SMUTENUS TPOABHUIAIOTCS BIEPEN B UETHIpe pa3a MeieHHee, yeM paayna (Runchum, 1963a). B 3one
(dbopMHpOBaHUS MUKPOBWIIIN CyOpamyJIIpHOTO SMUTENUS JTOBOJIBHO TIyOOKO MPOHHUKAIOT B PalyJIIPHYIO
MeMOpaHy, HO Ha BCEH OCTaJbHOM YaCTH CTAHOBSITCS HEMHOTOUMCIeHHBIMU U peakumu (Mischor, Markel,
1984; Runham, 1963a). TakuM o00pa3oM, MOXXHO TPEANONIOKUTh, YTO paaylia CKOJIB3UT IO

cyOpanyisipHOMY SIUTENNI0, YTO CTAHOBUTCS BO3MOXHBIM Onaromapss €€ MOCTOSHHOMY pOCTY C
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IPOKCUMAJILHOTO KOHIIA M OTTECHEHUIO K pabodyeMy Kparo. M3BecTHBIM pUMEpPOM TaKOTO CKOJIbKEHUS MTPU
TECHOM KOHTAaKT€ C 3MUTEINEM SBIISIETCS HOTOTh YEIOBEKA.

Knerku cyOpanynspHoro smutenus B 30HE (GOPMUPOBAHHS MOTYT MOAUGPUIMPOBATHCS B
3aBUCHMOCTH OT MX (pyHkimu (Pucynok 4.7). Onu MoryT cozepxath Bakyoiu, kak y Puncturella u Clavus,
WIIK UMETh TOJICThIC y4ku ToHOpmIamenToB (Hughes, 1979) (PucyHok 4.5). Bakyonu3upoBaHHbIC KIETKH
BBITOJIHSIOT JOIMOJIHUTENbHYIO ONOpHYIO (hyHKIUI0. KileTku ¢ myykamMu TOHO(UIAMEHTOB BCTPEUYAIOTCS B
pasHBIX TpyMMax, HO HamOojee pa3BUThIE My4YKH OOHAPYXKEHBI B CyOpaayIspHOM OSIUTEIHH 30HBI
co3peBanus 3yooB Conus. Ckopee Bcero, OHM MPUHUMAIOT y4acTHe B pOpMUPOBAaHUH (PHHATBHON (POPMBI
3yba, cBopauMBaHMM IIACTUHKU. OOBIMHO B CyOpaAyJsipHOM OSIHUTEIUU OTCYTCTBYIOT JIJIMHHbBIE
MHUKpPOBHJITH. ba3aibHbIe TeNblla OTCYTCTBYIOT y BCEX HCCIIE0BaHHBIX BUI0B, kpome Puncturella. Crnenyer
OTMETUTh, UYTO CYOpaiyJspHBI OSMIUTENHH HKMEeT XOpPOIIO pa3BUTHIA 0Oa3albHBI JAOMPUHT C
pacxoIsIIMMHUCA B €0 CKJIa/IKaX Iy4YKaMHU HEPBHBIX BOJOKOH. BO3MOXHO Takke, YTO HEHPOCEKPETOPHBIE
rpaHynbl, OOHapy»KeHHble BOIM3M Oa3aibHOTO JaOMpPUHTA, COJEpKaT MEIUaTop, HHAYLUPYIOIUN
pasnumunbie npomeccel (Mischor, Mérkel, 1984). Kak u apyrue KISTKH pafy/IsipHOTO MEIIKa, KIETKH
cyOpanyJisipHOTO SMUTENHUS UMEIOT Oa3albHbIE S/Apa, OKPYKEHHBIE XOPOIIO PAa3BUTHIM IIEPOXOBATHIM
sHOMIa3MaTHdeckuM petukyaymom (Mischor, Mairkel, 1984; Mackenstedt, Markel, 1987). Taxkoe
pa3BUTHE CUHTETUYECKOTO anmapaTa KIETKH CBUIETEIbCTBYET 00 aKTUBHBIX IpoIeccax.

Cynpapaodynapuslit Inumenuii

CynpapaaymasipHblil SIUTENUN pacroyiaraeTcsl Haj paayiod U y4acTBYIOT B CO3PEBaHUU U
MHUHEpaJIn3aluu 3y0oB, €ro KJIETKH BKIMHHMBAIOTCA MEXIy 3y0aMH M 4acTO TEpSAIOT CBA3b C 0azajabHOMN
wiactuakoi (Mackenstedt, Markel, 1987). ®opma ki1eTOK BapbUPYETCsI OT JJTMHHOM MUJTHHIPUYCCKON 10
HENPaBWJILHOM B 3aBUCUMOCTH OT MOJIOKEHUS BA0Jb paxyiibl (Pucynok 4.7). CynpapanysipHblii dSUTEINI
4acTo 00pa3yeT CKIAIKy B 00JIaCTH IIEHTPAILHOTO 3y0a, KJIETKH B TOM Cllydyae UMEIOT BRITSIHYTYIO (hopMmy,
BBICOTa COOTBETCTBYET PACCTOSHHIO OT 0a3aJbHOU IUIACTUHKHU a0 3y06a. CympapamyssipHbIA SMHUTETUN
IUIOTHO TpuUieraeT K 3y0aM M IepeMeliaercd C TOW K€ CKOpPOCTbIO, C KaKOM pajaynia JIBHXKETCS K
nuctanbHoMy KoHIy (Runham, 1963a). Kinetku mposBIsSiOT 9K30IUTO3HYIO aKTHBHOCTh, U UX CEKPELHs
U3MEHSET XUMUYECKHIA COCTaB U (pu3ndeckue cBoiicTa 3yoa (Runham, 1961). Knerku cynpapamayisspHOro
SIUTEIHS COSAMHEHBI AlTMKAJILHO IECMOCOMaMU | CeNTUPOBaHHBIMEU KoHTakTamu (Mischor, Mérkel, 1984;

Mackenstedt, Markel, 1987).
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Pucynok 4.7. CxemaTHueckoe U30pakeHUE BAPHAHTOB KJIECTOYHOM (P PepeHIIMPOBKH SIUTEINS B 30HE
dopmuposanus. Onontodnacter: 1 — Nerita litterata, 2 — Puncturella noachina, 3 — Lacuna pallidula, 4
— Skeneopsis planorbis, 5 — Dendronotus frondosus. Cyopaaymnsipusiit snutenuii: 1 — Clavus maestratii,

2, 4 — Puncturella noachina, 3 — Lacuna pallidula.
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3ona npoaughpepayuu

OmoHTOONMACTEI 1 MEMOPaHOOIACTHI SIBISIOTCS Y3KOCTICIIHATH3UPOBAHHBIMH KJIETKAMHU, KOTOPHIE
HYXKIAIOTCS B OOHOBICHMH B TeueHHe Bceil »xu3uum Mosutiocka (Mischor, Markel, 1984). B 3ome
(dbopMHpOBaHUS PATYISPHOTO MeEIIKa MPOIH(EepUpyIOIUe KIETKA PACIONaraloTcsi B JBYX MECTax: B
CyIIpapaayJIipHOM SIUTEIHH (JaTepalibHO, BOJIM3M OJOHTOOJACTOB) M B MEHBIIEM KOJIMYECTBE B
cyopanyiaspaom  osmutenun  (Kerth, 1973; Runham, 1963a). Ilpomudepupyroiiie  KJIETKA
CyIpapaayJiipHOTO AIUTENNS JTUILIEHBI KIETOYHBIX KOHTAKTOB € OKPY KAIOLMMH KJIETKaMH, UX IUTOILUIa3Ma
3IIEKTPOHHO-TIPO3payHasi, ¢ OOJIBIIUM KOJINYECTBOM MUKPOTPYOOUYEK M MUTOXOHAPHH, saepHas 00010uka
OTCYTCTBYET, XpPOMaTHH KOHICHCHPOBaH B Xpomocomax. B 3one popmuposanus Testudinalia oonapyxena
Oosiee BBICOKass MUTOTHYECKAsi aKTUBHOCTh, YEM Y BETHUTACTPOIIOJ, IEHOracTPOIO] M TeTepOOpaHXHIA.
MuTtoTHuecKass aKTUBHOCTh MOKET OBbIThb HANpsIMyl0 CBsi3aHa C KOJMYECTBOM OJOHTOOJACTOB U
MeMOpaHOOIaCTOB, YYaCTBYIOIIMX B OOpa30BaHMU PAIyJbl, U CKOPOCTBIO CMEHBI 3yOOB. DTO MOXKET
OOBSICHUTB, IOYEMY y TATEJUIOTAaCTPOIIO]T C UX JITMHHOHN Paayiol KOJIMYECTBO ACISIIUXCS KIETOK B 30HE
nposimpepanuy 3HAYUTEIBHO BBINIC, YeM Y ILIEHOracTporoJ W rerepoOpanxuii. Ciabas MUTOTHUYECKAs
aKTUBHOCTh OOHapyXHBaeTcsi U B CyOpaaylsIpHOM OSNUTEIUH. MUTOTHYECKas aKTUBHOCTh B
CynpapaayJiipHOM SIHUTENUU Bbie, yeM B cyoOpamyispHom (Kerth, 1973; Mischor, Markel, 1984).
[TpuunHOM pa3nuyuil B MUTOTMYECKON aKTUBHOCTH CyO- U CylpapaayJisipHOTO 3MUTEIUS MOXKET OBIThH TO,
4TO TPOTUPEPUPYIONIHE KICTKH B CyNpapaaysIpHOM OIHUTEIHH SIBISIOTCS HMCTOYHHKOM HOBBIX
OJIOHTOOJIACTOB TakXe W CyOpaayJsipHOTO OIUTENWs, TOTJa KaK MNPOJU(EpUpPYyIOIMNe KICTKA B
CyOpay IsIpHOM 3IUTENINHU YUYAaCTBYIOT TOJIBKO B €r0 0OHOBJIEHUH. BEpooATHO, BCE TUITBI KJIETOK BBICTHIIKU
pazyiapHOTo Memka qudGepeHIIpOBaINCh U3 OJHOPOAHBIX CIIOCOOHBIX K TOCTOSTHHOMY MHUTOTHYECKOMY
JICJICHUIO KJIETOK, PACIIOJIOKEHHBIX B JIATEPATBHBIX YaCTSIX 30HBI (JOPMHUPOBAHUS PATyITbI.

Takum 00pa3oM, KIETOYHBII TOMEOCTa3 B PaayJIIPHOM MEIIKE, MOXET TOJICPKUBATHCS C OJJHOMN
CTOPOHBI TOCTOSIHHBIM JI€JIEHHEM, a C JIPyroil MOCTOSHHBIM JBMDKEHHEM CyO- U CymnpapaaysisipHOTO
SMHTENNEB K TEPMHHAIBHOMY KOHILy paxysibl M MyTEM aronTo3a «CTapbIx» OJOHTOONAcTOB. B 30HE
(bopMHUpOBaHUS paTyJIbl BEISIBICHBI KIETKH, XapaKTEPU3YIONIHECs TMKHOTHYECKUMH SIAPAMH, UTO SIBIISIETCS
CBHUJIETEIILCTBOM HEKPOTHUECKUX (amonroTryeckux) mporeccos (Kerth, 1973). Cynpsba MemOpaHo61acToB
HE sCHa.

Haubonee wHTEpEeCHBIM BOMPOCOM OCTAE€TCS MEXaHW3M KIETOYHOH Iu(QepeHIpPOBKH B
paaynsipuom Mmemike. CoBpeMEHHbIE HCCIENOBaHUs 30HBI (GOPMUPOBaHUSA 3y0a OJHOrO BHJA
NaTe/UIOTacCTPONOl  MOKAa3ajk, YTO JUCCOIMHUPOBAHHBIC KJICTKH PAAYJISIPHOTO MEIIKa MOTYT
KOHIJIOMEpUpOBaTh U popmupoBath 3y0 ex vivo (Rumney et al., 2022). Dtu uccnenoBaHus MOTYT CTaTh

HAYaJIoM JUIs TOHUMaHHS MEXaHW3MOB KJIETOYHOH n((HepeHITUPOBKH.
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PA3HOOBPA3HME U OCHOBHBIE TATTEPHbI ®OPMHUPOBAHWS YEJIIOCTEN GASTROPODA

XUTHHU3UPOBAHHBIC YENIOCTH BCTPEUYAIOTCS B OYKKAIBHOM KOMIUICKCE MPEICTaBUTEICH
NPaKTHYECKH BCEX TPYI OPIOXOHOTMX MOJUTIOCKOB, 3a mckiarouenuem Neritimorpha (Pucynok 4.7).
OOBIYHO YENTIOCTH PACTIONOKEHBI B OYKKAIBHOM MOJOCTH JIATEPAIbHO MM JOPCO-IaTepaibHO HAPOTHB
paboyero kpas paxmyiasl. Mopdosioriio dYearocTel HECKOJIBKO pa3  MbITAIKCh HCIOJIb30BaTh B
dumorenernyeckux noctpoenusx (Haszprunar, 1988; Gosliner, 1994; Sasaki, 1998; Valdés, Gosliner,
1999; Ponder, Lindberg, 1997; Wigele, Willan, 2000), HO MOCKOJIBKY € MPHUBBIYHO YAEISIOCH MAJo
BHUMaHHs, JAQHHBIX IO Pa3HOOOPA3HI0 YENIOCTEH OKa3zaloch HEJOCTaTOYHO Juisi 3Toro. dperrep c
coaBTopamu (Fretter et al., 1981) pa3mensia 4emOCTH TacTpONOJ Ha JBE TPYIIbI HEMapHbIE Yy
Patellogastropoda u mapHbie y Bcex ocTaiabHbIX. JlanbHEHIINE MCCIeIOBAHUS MMOKA3aIM, YTO HEmapHast
YeIIOCTHAS IUIACTHHKA MMEETCS He TOJIbKO y maresuioractpornoa 1 Monoplacophora (Lemche, Wingstram,
1959), Ho BcTpewaercs u B apyrux rpynmax Gastropoda (Volutomitridae (Kantor, Harasewych, 1992;
Bouchet, Kantor, 2004), Eupulmonata (Ponder, Lindberg, 1997) u Cocculinidae (Haszprunar, 1988)).
HeonHokpaTHOE BO3HMKHOBEHHE HEMAPHOW IUIACTUHKK B Pa3HBIX TPYINAax IMPHUBEIO K THIOTE3E O
HE3aBHCUMOM TMPOUCXOXKICHUN YEIIOCTeH Yy OPIOXOHOTHX MOJUTIOCKOB, M (hopMa YeTFOCTHON TUIACTHHKH
HOTepsia CBOKO 3HAYMMOCTh B (DHIIOTEHETHYECKUX MOcTpoeHusX. Ceiluac 04eBUAHO, YTO KIIACCHYECKOE
JICTICHUE YEIIFOCTEH Ha IMapHbIe ¥ HeMapHble 00pa30BaHUs HE OXBATHIBACT BCETO X pPa3HOOOpa3usl.

[Mosy4enHble B pe3ysbTaTe 3TOW pabOThl JAHHBIC MO YJIBTPATOHKOMY CTPOCHHIO IMO3BOJIMIH
BIICPBBIC ONPE/ICTUTH OCHOBHBIE MATTEPHBI CHHTE3a U BO30OHOBIICHHS YeitocTel. [loHnMaHne MeXaHU3MOB
BO30OHOBIICHHSI TIOMOXKET OIPEICIUTh OCHOBHBIC DBOJIOIMOHHBIE NPEOOPAa30BaHUS UENIOCTEH Y
racTpoIoI.

CorJiacHO TOJTyYeHHBIM B 3TON pab0Te JTaHHBIM, YETFOCTH raCTPOIIO MOKHO Pa3/Ie/IuTh Ha POCTHIC
(OIHOPOMHBIE) M COCTaBHbIC, COCTOSIIUE W3 OJUHOYHBIX SJEMEHTOB (POAJIETOB, 3yOUMKOB M T. IL.).
OnHoponHble 4emoCTH xapakTepHbl s Bcex Patellogastropoda, mms rpynmer  Cocculinida
(Vetigastropoda), a taxxe ams Nudibranchia u Eupulmonata (Heterobranchia) (Ponder, Lindberg, 1997),
pexxe Bcrpewarorcsi 'y Caenogastropoda. CocraBHble 4enrocTdH XxapaktepHbl st Caenogastropoda
(Littorinimorpha), Nudibranchia u Eupulmonata (Heterobranchia).

[TapHble YemrOCTH, HECYIIUE pPOJJIETHI, XapaKTepHbl mias MHorux Vetigastropoda. Ilepexon ot
COCTaBHOM K MPOCTON 4YeNtocTH (0€3 pOJIETOB M0 Kparo) HAOMI0AAeTCsl y HEKOTOPBIX a0eppaHTHBIX (hopM
Beturactpornon — rpymnnsl Cocculinidae (Haszprunar et al., 2022), kotopsie 3aHUMANU 10 HEJIAaBHETO
BPEMEHU HESCHOE TOJIOKEHHE B CHCTEME racTpomnoj. 1o ecTh (opMHUpOBaHUE TMPOCTONM OJHOPOIHOM
YeJIIOCTH ISl BETUTacTPOIOJ BEposiTHee Bcero — BTopuyHo. [l mpexacrtaButeneit Littorinimorpha

(Caenogastropoda) tak:ke XapakTepHbI COCTaBHbIC MAapHBIC YETIOCTHBIC IUIACTHMHKH, KOTOpBIC, OJHAKO,
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MOT'YT UCYE€3aTh y LENBIX CEMEUCTB, KaK 3TO MPOM30IILIO, HAPHUMEP, B 1eIoM cemericTse Littorinidae, wiu
TpaHC(HOPMHUPOBATHCS B MApPHBIC TOIYKPYIJIbIE B CCUYCHUHU IUIACTUHKU C TEPMHHAIBHBIMH 3yOI[aMH IS
NpOKaIbIBaHUs MATKHX TKaHeH X03seB, Kak y BuaoB Eulimidae, mepemenmumx k mapasutusmy (Warén,
1983). Buasr Neogastropoda, kak mpaBuiio, HE HUMEIOT YEIIOCTEH, MOCKOJIBKY (DYHKIMOHAIBLHO YEIIOCTH
HY)KHBI, B OCHOBHOM, BHJIaM-cockpeOarensiv, nerputodaram wim Bugam (kak  Cladobranchia,
Nudibranchia), nepemremum K XUIIHAYECTBY C MCIIOJIb30BAHHEM YCHICHHBIX YerocTeil. TeM He McHee
Cpear HEeoracTpOmNOJ BCTpEYaloTCs BUABI ¢ demrocTsmu. Jlns mpencraBurenedd cemeiictBa Muricidae
XapaKTEePHO YTOJIIEHHE KYTHKYJIbI IO BCEMY TIEPUMETPY, BEHTPaJIbHbIC TPEOHH EPEXO/IAT B JIaTepaIbHbIC
U CIIMBAIOTCS C JOPCAIBHBIM CKJICPHTOM, KOTOPBIH, BEPOSTHO, MPEACTABISACT COOOW PYJMMEHTAPHYIO
YEIIOCTh, TPEAMOJIOKUTEILHO CIIYKAIILYFO I OYUCTKH Paay ibl OT nuimeBsix dactuil (Carriker, 1943). Jlns
JPYTUX MYPHUIUJ TAaKXKe OMHCAHbI BEHTPAJIbHBIC M JIOPCAIbHBIC YETHOCTHBIC CTPYKTYPBI, KOTOPBIC TaK U
Ha3bIBAIOTCS: BEHTpalbHas U AopcaibHas yemtoctd (Wu, 1965). [lnsa nekoropsix cemericts Cancellariidae
OIMCaHa HEMATOTJIOCCHAS PajyJia C OUeHb [UIMHHBIMA TOHKUMH LIEHTPAJIbHBIMU 3y0amMu, KOTOPBIE BXOIAT
B MIAPHYIO CJMBIIYIOCS YEIIOCTh U YUYACTBYIOT B IIPOKAJIbIBAHUH JKEPTBBI, Y IPYTUX BUIOB (KaK OMUCAHHAS
B oTOl pabote Admete) paayna peayuupyercs BOBCe, U OcTaeTcs oHa yemocTh (PucyHok 4.8).
Heterobranchia — mopgonorudecku camas pasHooOpa3Hasi rpyIina racTpoIo, YeIHOCTH KOTOPOit
NpUOOpeNTn BCEBO3MOXHBIC (OpMbL. UenrocTHON ammapaT B BHJIC JBYX OTICIbHBIX CHMMETPHUYHBIX
3aJIeralMx J0pCo-IaTepalbHO IJIACTHHOK XapaKTepeH Juisi MHorux rerepobpanxuii (Cephalaspidea,
Thecosomata, Anaspidea, Nudibranchia (Bathydoridoidea) (Gosliner, 1994; Wdgele, Willan, 2000) u,
HanOosiee BEPOSITHO, SIBJISETCS 0a3albHBIM COCTOSHHEM. YemrocTH MOTYT OBITh OJHOPOAHBIMH, Kak Y
K1ano0panxwuii, u coctaBubiMu (Marcus, Marcus, 1967; Gosliner, 1994; Wagele, Willan, 2000). Pa3unoit
CTEIEHN YCIOKHEHHUSI IIPU NIEPEXOJE OT COCTABHOM K IIPOCTOM OTMHOYHOM YEIIFOCTH MOKHO HANTH B IPyTIIE
HazeMHbIX Eupulmonata, aist KOTOphIX OTMEYEH Mepexol OT TUCKPETHBIX SJIEMEHTOB K MOHOJUTHOM
yemtocTHOM Tuiactuake (Hubendick, 1978; Haszprunar, 1988; Barker, Efford, 2002). Enunas nenaphas
IUIACTUHKA JIETOYHBIX MOJUTFOCKOB DPacCMaTPUBACTCS KaK pe3yJbTaT CIHSHUS JIByX HE3aBUCHMBIX
narepanbHbix yacter (Ponder, Lindberg, 1997) (Pucynok 4.8). B manHO#i paboTe BIEpBbIE IETATbLHO
onucaHa nabuanpHas Kytukyna Doridinae (Nudibranchia), kotopas otnmyaercss BeHTpoO-IaTepanbHBIM
TIOJIOKEHHEM, B OTJIMYUE OT BCEX JPYTHX YENIOCTe. BeposTHO, BEHTpaJbHOE TOJIOKEHHE YEIFOCTHBIX

cTpyKTyp B Kiacce Gastropoda — He Takoe pe/ikoe siBJICHUE.
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Pucynok 4.8. Cxema TpaHchopManuil TI0TOYHOTO BOOPY>KEHHUSI Yy OPIOXOHOT'MX MOJIIIOCKOB. Yemoctn
WIN YacTh YETIOCTH, PACIOI0KEHHBIE T0PCATIBHO OKPAIIEHbI CATATOBBIM I[BETOM, JIETAPEIbHO — JKEJITHIM,
BEHTpaNbHO — ronyobiM. @opmyna pamynsr: V.L.R.L. M, roe V| — koaruecTBO MapruHaNbHbBIX 3y00B, L
— KOJIMYECTBO JIATEPaIbHBIX 3y00B, X — IEHTPaIbHBIH 3y0.
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3akoHoMepHOCTH GOPMUPOBAHMS YeTIOCTEN
Ecnu mganHbIX 1O 00mIeH MOPQOIOTHH YeTI0CTel racTporoa HEMHOrOo, TO UX YJIbTPATOHKOE
CTpOCHHME MPAKTHYECKH HE HW3BECTHO M OMHCaHO Mo exuHW4YHbIM pabotam (Coriphella salmonacea
(Nudibranchia) (Hughes, 1979)). Takum 06pa3om, rmojiydeHHbIC B 3TOi pab0Te JaHHBIC 110 YIBTPATOHKOMY

CTPOCHUIO OKAa3aJIMCh CIUHCTBCHHBIMU U JICTJIU B OCHOBY CpaBHI/ITeJ'II)HO-MOp(bOJIOFI/I‘IeCKOFO aHaJIj3a.

S

npocTas YencTb
Coryphella verrucosa

npocTasn YencTb
Testudinalia testudinalis

cCOCTaBHas YencTb
Puncturella noachina

0

kptok Clione limacina

Pucynok 4.9. [IprMepsl CHHTE3bI IPOCTOM U cOocTaBHO# uenmtoctu Gastropoda. KpacHbsim momedeHa 30Ha
aKTUBHOT'O CUHTE3a.
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1. Bce wuwenrocTH, BHE 3aBHUCHMOCTH OT JIOKQIW3alUd W (DYHKIHHA, CHHTE3UPYIOTCS
CHEIMAIM3UPOBAHHBIM OyKKaJIbHBIM AMHUTEIUEM — THaTtosnuTearneM. OCHOBHAsI XapaKTepUCTHUKA KIETOK
THATOATIUTENHUS — ITO XOPOIIIO Pa3BUTHIN CHHTETHUECKHi annapart. [1o cBoeMy yIbTpaTOHKOMY CTPOCHHIO
OHHM CXOXH C OJOHTO- M MeMmOpaHoOmactamu, Oe3 OazanbHbBIX Tenen. OCHOBHOM THIT CEKpEeUUd —
MUKPOBHWIISIPHBIN.

2. [Ipoctas (ogHOpOIHAs) YETIOCTh (OPMUPYETCS CKIaAKOW rHartosnurenus. JlatepanbHbie
YacTU 4YENIOCTH, MOTPYKEHHBIE B OJMHUTEIUANbHBIE CKJIQJKH (KaKk JaTepaibHbIe KpbUIbS YEITIOCTH
Testudinalia u Coryphella), dopmupyroTcst Ha aAHE CKIAAKH, TO €CTh MaTepHall YEIOCTH OTPAHUYCH
SMUTENIMEM C JBYX CTOPOH. Ilpm 3TOM HapamuBaHHWE YEIOCTH HACT OT 3aJHET0 KOHIA K IEepeaHEMY,
oOpaiéHHoMy B OyKKaJbHYIO MOJ0CTh. [leHTpanbHas mmactuHka yemtoctu Testudinalia u sxeBarenbHbIe
orpoctku Coryphella Taxxe GhopMHUpPYHOTCS CKIaIKOM, HO B 3TOM Cliydae YeIIOCTh OKPY)KaeT CKIAJIKY
rHatosnurenus (Pucynok 4.9).

3. CocTaBHas 4eNFOCTHAS TUIACTHHKA (POPMHUPYETCS OTICIBHBIMU KJIETKaMU THATOIIUTEIINS,
IIPU 3TOM KaXK[Iblif THaTOOJACT OPMUPYET OAHY €IUHUILY YETIOCTH (OUH POUIET WK 3y0unK). Takoii Tum
pocta Hauboisee moxpoOHo ommcan s Puncturella noachina (Vetigastropoda). Yenroctu P. noachina
COCTOSIT W3 BHYTPEHHETO CIIOsl, KOTOPBIH MPEICTaBICH KOPOTKUMH pOJJIETAMH, a CBEPXY MOKPHIT
TOMOTE€HHBIM CJIOEM, KOTOPBIA CHHTE3UPYETCS THATOIIUTEIIMEM OCHOBAaHUS YENOCTH. TakuMm 00pasom,
THATOAIIUTENINM, CHUHTE3UPYIOIUM BEPXHUU CIIOHW, XapaKTEPU3YeTCs IMIOCTOSHHOM CHUHTETHYECKOU
AKTUBHOCTBIO, KaK U MEMOPaHOO0IaCThI, @ THATOOIACTHI, KOTOPbIE (DOPMHUPYIOT POJUIETHI, XapaKTEPU3YIOTCS
NEPUOANYECKON CHHTETHYECKONH aKTHBHOCTBHIO, KaK M OJIOHTOOJACTHI. DTO aHAJIOTUYHBIE MPOIIECCHI, HO
BITOJIHE BEPOSITHO, YTO MEXAHU3M IEPUOIUICCKOTO BBIKIFOUCHUS CHHTE3a 3yOOB pagyibl M POJJIETOB
YEIFOCTH UMEET CINHYIO TIPUPO.TY.

CornacHO JaHHBIM 10 THUCTOJOTHYECKOMY CTPOEHHIO COCTAaBHOM YENIOCTH JAPYTUX BHJIOB
(Margarites helicinus (Vetigastropoda), Skeneopsis planorbis (Caenogastropoda), Marisa cornuarietis
(Caenogastropoda) (Lufty, Demian, 1967)), dbopmupoBaHue pOJJIETOB MPOUCXOAUT Y HHX CXOXKHM
o0pa3oMm, T. €. OJMH THATOOJIACT CHHTE3UPYET OJHY CAVHHMILY UYCTIOCTH. B 3TOM IlaHe MHTEPECHBIM H
CIIOPHBIM OTKPBITHEM OKazanuch kproubs Clione limacina (Gymnosomata), koTopble IpeACcTaBIsIOT Co00k
TOHKYIO JJIEKTPOHHO-TUIOTHYIO KOHHUYECKYIO TONYI0 BHYTPU CTPYKTYpPY, MOKPBIBAIOIIYIO THATOOIACT.
[TostHOE OTCYTCTBHE MHUKPOBHIUICH HAa TMOBEPXHOCTH THATOOJACTa, 3a UCKIIOYCHHEM O0a3allbHOW 30HBI,
MOYKET CBHETENBCTBOBATH 00 oTcyTcTBHM y C. limacina crmocoOHOCTH K IepMaHEHTHOMY POCTY KPIOYbEB.
TakuM 00pa3oM, Kprodbsi MOPCKHX AQHTEJIOB SIBJISIOTCS OJHOPA30BBIMHU CTPYKTypaMHu, a OTCYTCTBHE
MEXaHH3MOB WX HEMPEPHIBHOTO POCTa, CKOPEE BCETO, CBA3aHO C KOPOTKUM >KH3HEHHBIM Iukiom C.

limacina. Hago otmeruts, uto dopmupoBanue 3y00B pamynbl Limapontia serrata (Saccoglossa) nmeet
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HEKOTOpoe CX0/CTBO ¢ (hopmupoBanueM kprodbeB C. limacina: y L. serrata ¢gopmupyromuiics 3y0 mosii,
U B HETO 3aXOJST OJOHTOOIACThI, YTO HATOMMHAET THATOOJIACT BHYTPH KpIOKa.

O0600611as TuTepaTypHbIe JaHHBIE TIO JOKAIU3AIUU YeNIIOCTe! Y pa3HbIX TPYII FacTPOMO/, a TAKKe
JTAaHHBIE TI0 YJIBTPATOHKOMY CTPOCHHUIO YETIOCTEeH, MOXKHO 3aKIIOUUTh, YTO JIOKAJIN3AIUS THATOATUTENNS
Gastropoda nupkyMOyKKaibHasi, a 3TO 03HAYACT, YTO YCIIFOCTHBIC 00Pa30BaHUS MOTYT CHHTE3UPOBATHCS 110
BCEMy IepuUMeTpy OykkaiabHOW mojocTd. OCHOBHOE MECTOMOJOXKEHHE YENIOCTEeH, XapakTepHOE IS
HOJABJIAIONIEr0 OONBIIMHCTBA BUJOB, — 3TO JIaTepajibHas U JIOPCO-JaTepajbHas CTOPOHBI OYKKaJIbHON
HOJIOCTH, OJTHAKO BCTPEYAIOTCS BUIBI C BEHTPAIBHON W BEHTPO-JIAaTEPaTIbHOM JIOKATU3aIMel YeTFOCTHBIX
obpazoBanuii (Pucynok 4.9). [IoHATHO, YTO BEHTpaAJILHOE MOJOKEHHE YETIOCTEH racTPOIo] BTOPUIHO U
CBSI3aHO C CYIIECTBEHHBIMH aJaITUBHBIMU TpaHCHOPMALIUSIMHU TJIOTOYHOTO BOOPYIKEHUS, HO TEM HE MEHee
caM (hakT BBICOKOH MOTEHLUMH OYKKAIbHOTO SMHUTENHS (OPMHUPOBATH YETIOCTh IO BCEMY MEPUMETPY
OyKKaJIbHOM MTOJIOCTH 3aCTaBIISET 33 [yMaThCsl O TOMOJIOTUH YETIOCTHBIX 00pa30BaHuUs BHYTPH BCEH TPYIIIBI
TPOXO(OPHBIX )KUBOTHBIX.

OHTOT'EHE3 I''TOTOYHOI'O BOOPYXXEHIM A GASTROPODA

Hecmotps Ha TO, 4TO pa3sMHOKEHUE U pa3BUTHE racTPOIIO JOBOJIBHO MOJIPOOHO U3YUYECHO, TaHHbIE
1o (opMUPOBAHHIO Padyibl CKYJIHBl U OTPAaHUYEHBI, B OCHOBHOM, HAaOJIOJIEHUSIMH HAa YPOBHE CBETOBOM
mukpockonuu (Tabnuua 4.2, npunoxenue k riaase 4). [lonmyuenHsie B xoze 3T0il pabOThI pe3yibTaThl MO
3aKJIaJIke paaysibl B paHHEM oHToreHe3e y 11 BHIOB racTpoIioj CyIIECTBEHHO PACIIUPHUIN U JTOTIOTHHIIN
UMEIOIYIoCsT WH(POPMAIIMIO, YTO MO3BOJWIO CeNlaTh 0000LIeHHs O 3aKJIaJKe U Pa3BUTUHU TIIOTOYHOTO
BOOPYKEHHUSI.

Benurepubie nuumaku  Gastropoda, HacKOJBKO HSTO HW3BECTHO, HE HCIOJIB3YIOT TJIOTOYHOE
Boopy:xenue B nutanuu (Fretter, Graham, 1962; Ponder et al., 2019, 2020). Tem He MeHee paayiia HAaUHHAET
3aKJIQJbIBAThC HA pPAaHHUX CTAagusX OHTOreHes3a, emé 10 MmeTamopgosza. UemocTHble 00pa3oBaHUs
U3yUYEHHBIX BHUJIOB ObUIM OOHApyKEHbI Y IOBEHHJIBHBIX OCOOEH cpasy mocie ocepaHus U Metamopdosa.
CaBur 3aknaaku 1eUHUTHBHON paayiibl HA paHHHWE CTaJWU OHTOTEHE3a MOXXHO OXapaKTepHU30BaTh Kak
rerepoxponuto. [lockonapKy paayna, B OTIIMYUE OT YENIOCTH, — JIOBOJBHO CIIOXHAs CTPYKTypa, AJs
pa3BUTHA KOTOPOIl TpeOyeTcst 00JbIlie BpEMEHH, TO TAKOH CIBUT HEOOXOIUM JUISI TOJATOTOBKH MOJUTIOCKA K
nepexoay OT JUYMHOYHOTO THIA THTAaHUS K NMUTAHUIO B3pocioi mumed. CaMbiM SPKUM MPHUMEPOM
TeTepOXpPOHUH SBISIETCS (OPMHPOBAaHME y TulaBaromiero Beimrepa Neogastropoda B3pocioro xoborta
napajuieIbHO ¢ (PYHKIIMOHUPYIOIIEH JIMYNHOYHOU niepenne kumkoi (Page, 2000). st Bcex u3ydeHHBIX
BUJIOB, KpPOME JOJITOIUIABAIOIIEro IuIaHKTOTpodHoro Benmurepa Littorinimorpha Velutina velutina u
6e3paaynbpHoro mosutiocka Admete viridula (Neogastropoda), Obiia mokazaHa TeTEPOXPOHHS 3aKjIaIKd

pamynbl. 3akiajka paayibl B Pa3BUTUM OblIla HCCIeNOBaHAa y JBYX IUIAHKTOTPO(HBIX BHJIOB

163



Littorinimorpha. ITocrropcuonnsiii Benurep Littorina littorea mpu xoporo pa3BUTOM MUIIEBAPUTEIBHOM
CHCTEME UMeJT 3a4aTOK Paay/IIpHOTO MEIIKa M paayJibl B HEM, a BoT y Velutina velutina, takxe ¢ xoporo
Pa3BUTON MHIIEBAPUTEILHOW CUCTEMOM, palyJIIpHBIA MEIIOK He ObUl 0OOHapyskeH. BeposiTHO, 3a1epikka
3aknmaaku paxynel Velutina velutina otnocurensho Littorina littorea cesizana ¢ yauimHEHHBIM (70
HECKOJIbKUX MECAIICB) IEPHOIOM TpeObiBanus Beaurepa V. velutina B TosIie BobI.

CpaBuutenbHO-Mopdoornueckuii aHamu3 aurepatypabix (Uepnsimes, 2018; Crofts, 1937; Smith,
1935; Kawamura et al., 2001; Kuehl, 2020) u coOGcTBEeHHBIX JaHHBIX BBISBHUJ, YTO JUYUHOYHBIC PATyJIbl
COCTOSIT U3 OJHOTO, TPEX, MATH WM ceMU 3yO0oB B momepedroM psay (Pucynok 4.10, Tabmuna 4.2). ¥V
Patellogastropoda nu4uHOYHAs pajysia BCEX M3BECTHBIX BHJIOB M3HAYAIBLHO COACPKHUT TpU 3y0a B psimy,
KOTOpbIe TPaHCHOPMUPYIOTCS B pPaHHEM OHTOIEHE3€ 10 B3pPOCIOH paaysibl JOKOTJIOCCHOTO THIIA.
[NaTemnoracTpomnoapl — 3TO €AMHCTBEHHAS TPYIINa, KOHPUTYPAIHsl JUIMHOUYHOW payJibl KOTOPOU OTUACTH
OTpaKaeT aHIECTPAIbHOE COCTOSIHAE,  MMEHHO HAJIMYKEe IEHTPAILHOrO 3y0a. PeyKius 1eHTpaaIbHOro
3y0a — OJHAa M3 OCHOBHBIX TEHJICHIMI B rpymme. Y BceX APYTHX TracTpPOIOJ JIMYMHOYHAS paiyia
MoudUIMpoBaHHas. BenmurepHas payiia KakI0ro U3y4eHHOTO BHJAa MMEET TOT K€ THII, YTO U pajayJia
B3pocioi ocoou (Pucynok 4.10). MHbIMH cIOBaMHU, MOXHO CKa3aTh, YTO B OHTOICHE3€¢ HE MPOUCXOIUT
PEKAIUTYJISAIUS aHIIECTPATIBHOTO COCTOSIHUS Pa Ly ibl. OCOOCHHO XOPOIIIO 3TO MPOCICIKUBACTCS HA TPUMEPE
3aKJIQJKH PHUIHIOTIIOCCHON W TEHHOTJIOCCHOM paays, B 3THUX CIIy4asX JHUYMHOYHBS paayjia HMEET
KOH(HTYpaIMIO B3POCIIOH, 32 UCKITFOUEHHEM KOJHUYECTBa 3y0OB B psiy. TakuM o0Opa3oM, SBOIIOIMOHHBIC
npeoOpa30BaHus B3POCIBIX PaayJl 3aTParuBarOT U TMYUHOYHBIC CTAHH, YTO OCOOCHHO SIPKO BHIPAXKEHO Y
Admete viridula, y xoTopbix pemyKIiusi B3pOCIOH pajylibl, KaK ajantaius K COCYIIeMy THUIy MUTaHHS,
npuBesa K PeIyKIHH Paaysibl B SMOpHUOTeHE3e.

PayssipHbIii MEIIOK TMYHUHOK BCEX U3yUCHHBIX BU/IOB MPEICTaBIIEH C1ab01ud GepeHIIMpOBaHHBIMU
KJIETKAMH C XOPOIIO Pa3BUTHIM CHHTETUYCCKHM ammaparoM W Oa3zanbHbIMH Tenbliamu. OIOHTOONACTHI,
(hopMUpYOIIUE TUUNHOYHYIO Payily, UMEIOT MPUMEPHO OJUHAKOBBIM pa3Mep M CXOJHOE YJIbTPATOHKOE
ctpoenue. TpaHcdopmalius THUUHOYHON PaaysIbl BO B3POCIYIO BKJIIOYACT yBEIUYECHHE pa3Mepa H, JJIs
MIUPOKUX paays, yBenndeHue unciia 3yooB (Pucynok 4.10). DTa mepecTpoiika KOHGUTYpAIIMH pPajTyJIbl
NPUBOIUT K TU(QEepeHIIMPOBKE OJOHTOOIACTOB, KOTOpasi MPOXOIUT B Pa3HBIX TPYIIax MO-PasHOMY.
OnoHTOONMACTHl NaTepaibHBIX 3yOOB pamynsl mojoBo3pensix Margarites helicinus (Vetigastropoda)
BBITATHBAIOTCS, HO MPAKTHYECKU HE M3MEHSIOTCSA B pa3Mepax, MPH 3TOM OJOHTOOJACTHI MaprHHATbHBIX
3y0OB CHJIBHO BHJIOU3MEHSIOTCS 10 (hOpPME, CTAHOBSICh KyOMUECKIUMU, M BBICTPAUBAIOTCS B CTOJIOIBI B/IOJTh
JUTMHHOTO MapruHaibHOTO 3y0a. JImunHnouHas pamyna Caenogastropoda ¢ jenuroTpodHBIM pa3sBUTHEM
MOYTH Cpazy COCTOUT W3 TMOJHOrOo HaOopa 3y0oB (7 3yOOB B psdy) M yXkKe 4yepe3 HECKOJIbKO PsIOB

HAIMIOMHUHAET B3pOCIyo paayiay. OnoHTobmacTsl B3pociaoi paayisl Lacuna pallidula 3snauntensho Bbime,
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nuunHouYasn pagyna necdvHUTUBHaA pagyna
paHHsIss cmadusi  Mo30HSIS cmadusi 3
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L
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Margarites 0
helicinus / \

Veti
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pallidula  §¥ 3 —

Littorina
littorea

Velutina
velutina
Admete

viridula

Buccinum {
undatum ”

Eubranchus
rupium

/mgggg vy = 7 — @M

Limacina a = "’

helicina

Caeno

Hetero

Limapontia / = /

senestra
Pucynok 4.10. Cxema pa3BUTHS paylsibl B paHHEM OHTOTEHe3e. PaHHSS cTaausi — 3TO MPETOPCHOHHBIN
BEJIMTED JUISl BCEX TPYII, KpoMe TeTepoOpanxuid. [1031Hss cTaaust — MOCTTOPCUOHHAS CTAIHS WIIH CTaIUs
BBUTYTUICHHS 17151 TeTepOoOpaHuid.

yem y 1oBeHmnbHOU (Pucynok 4.10). Jms Buccinum undatum mokasaHo, 4TO JMYHHOYHAS pajyJia

Q)opMpreTcsl Cpasy K€ BO B3pOCJ'IOI71 KOH(bI/Il"ypaI_II/II/I, 3a HCKIIFOYCHHUEM TOI'O, YTO JHYWMHOYHBIC 3Y6LI MCHCC
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3yOuarkie wim coBceM 0e3 3younkoB (Kantop, 1988). OmonT0o0MaCcTHI, (hOPMHUPYIOIIHE B3POCIYIO PAdyTy,
YBEIIMUMBAIOTCS B  pa3Mepax. JlaHHbIE O [MTOJOTHYECKHX TpaHCHOPMAIHMAX OJOHTOOIACTOB
Heterobranchia monyuensr Ha mpumepe Clione limacina. OnoHTo6macTsl B3pOCIbIX H FOBEHUIBHBIX PaIyIT
MPAKTUYECKH OJMHAKOBBI 110 pa3Mepy, YTO MOXKET ObITh CBS3aHO C HE3HAYUTEIBbHBIM YBEIMYCHHEM
pa3mepoB 3y00B payiisl B3pocibix C. limacina (Pucynok 4.4).

MaJokJIeTouHOe U eAMHOO00pa3HOE CTPOCHHE JUYHHOYHOTO PALYJIIPHOTO MEIIKa, MPH KOTOPOM
KIeTKH euié He npouutu JudHepeHIIPOBKY, XapaKTepHOE Ui BCEX W3YUYCHHBIX BUJIOB, OOBSCHSICTCS, 110
BCeHl BHIMMOCTH, JIMYMHOYHBIM COCTOSHHEM, CBOMCTBCHHBIM BCEM TKaHSM HA PAHHHX CTaJUsIX

sMOpHoreHesa.

SBOJIOLUA I'NIOTOYHOI'O BOOPYXXEHU S B I'PVIITIIE GASTROPODA

B ¢popmupoBanue Takoro 00IbIIOr0 pa3HOOOpa3usi IIIOTOYHOTO BOOPY KEHHS CYILECTBEHHBIH BKJIA]T
BHOCST MEXaHW3Mbl aJalTalliM, YTO 3a4acTyl YCIOXHSET 3a/ady pa3ieicHUS 4YepT, BO3HUKIIMX B
pe3ysbTaTe MPUCIOCOOJICHHS K ONpPeICIEHHOMY THUITy HMHUTaHHS, U (QUIOTCHETHYSCKUX YepPT, MPUCYIIUX
rpyrmne. Ha pmaHHBII MOMEHT BO3MOXKHO JIMIIb OOO3HAYWTh NATTEPHBl M HAMETHTh OCHOBHBIC
IBOJIOLIMOHHBIE TpaHC(OpMalKU TIOTOYHOTO BOOPYKEHHUS, B 4EM IMOMOIJIM IOJYYEHHBIC JaHHBIC IO
yJIBTPATOHKOMY CTPOCHHUIO, (OPMHUPOBAHHIO U 3aKJIAIKEC B pAHHEM OHTOTEHE3€ PAIyJibl U YEIIOCTEH.

brarogapsi MOJEKYJISIPHBIM HCCIIEIOBAHUSAM, MaKpO(UIOTCHETHYSCKHE OTHOIICHUS TacTPOIOJ
IPAKTUYECKH YCTOSUIMCh. VckmoueHneMm siBisiercss noakiacc Patellogastropoda: mo mHeHH:o omHHX
aBTOPOB 3Ta TpyIIa sBjseTcst 0a3abHON MO OTHOLIEHUIO K ApyruM ractpornonam (Uribe et al., 2022), mo
MHEHUIO Jpyrux — cecTpuHckoil rpymmoi Vetigastropoda (Cunha, Giribet, 2019). OcobGennoctu
MOP(}OJIOTHH TIIOTOYHOTO BOOPYKEHUS MATEILIOraCTPOIIO ] CTATU OJTHON U3 TIPUUUH 000COOICHHOCTH ITOM
rpynmbl. [TockoJIBKY CTepeoriioccHasl pajayia XapakTtepHa ajis matesutoractpornoxa (Hazsprunal, 1988;
Ponder, Lindberg, 1997), a Ttakke mias BCeX JAPYrHMX KJIacCOB MOJUTIOCKOB, BKJIIOUAs PEITMKTOBBIX
Monoplacophora (MBanoB, 1990), To Takoe COCTOSIHUE paly bl CYUTACTCS 0a3aIbHBIM ISl BCEX TaCTPOIIO/,
4TO, B CBOK OYepe/b, OMNPEJACISICT HEMapHYyI YEIIOCTHYI IUIACTUHKY MAaTeJIOracTporo Kak
annecrpaiabHoe coctosiaue (Ponder et al., 2020). Ognako BO3MOKEH IPYroil ClieHapuil, MPH KOTOPOM
CTEPEOTIIOCCHOCTh MATEJUIOracTPOIIO SBISETCS BTOPUYHOM, PUOOPETEHHOI B CBSI3U C TEPEXOJOM OT
neTputodarud K COCKpEOBIBAHUIO ¢ TBEPABIX CYyOCTPAaTOB. DTO MOCITYKWIO MPUYMHON BO3HHUKHOBECHUS
JUIMHHON MUHEPaJIN30BaHHOMN paayibl, KoTopas Morja Ol 3 (eKTUBHO cOcKpebaTh OMOIIIEHKY € TBEPIBIX
kamMHed. KiroueBoil MOMEHT B SBOJNIOIMH IaTEIUIOTAacTPONOA — MHUHEpATH3alus paxyibl TETUTOM
(Runham et al., 1969; van der Wal, 1989) — runpokcumom sxene3a, KOTOpbIi HE BCTPEYaeTCsl B APYTHX

rpynmnax, — IpHBeJia K yMEHBIIEHUIO KOJIMUecTBa 3y0O0B B ONEPEYHOM PAY U NOTepe (PIEKCUTIIOCCHOCTU
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BCJIC/ICTBHE 3aTBEPACHUS 3y0OB M MeMOpaHbl. B 1M0JIb3y 9TOM IMITOTE3bI CBUAETEILCTBYIOT TakKue (DAKTHI,
KaK CIelnuaiu3alys 0JOHTO0JACTOB, ONMCAHHAS B 3TOW paboTe, U YIOMSHYTash MHUHEPAIU3aIisl TETUTOM,
YHUKaJbHas Cpear MOJUTIOCKOB. IlarTepH (opmupoBaHus 3yOOB paayibl €IWH s BCeX OJFO/ICYEK.
Hecmotpst Ha TO, 9TO 3yOBI 1O CPAaBHEHHWIO ¢ 3ybamMu JPYyTruX paaysl He caMble KPYIHBIC, KOJIUYECTBO
OJIOHTOOJIACTOB Ha OJIUH 3y0 MPEBOCXONT MIOYTH Ha MOPSIIOK KOJHYECTBO OJOHTOOIACTOB, (POPMHUPYIOIINX
oxuH 3y0 y Vetigastropoda u Caenogastropoda, a tem 6ostee Heterobranchia. Takas rirybokast KieTo4Has
i depeHIMpoBKa He MOXKET ABJIATHCS 0a3aIbHON H, 0 BCCH BEPOATHOCTH, BOSHUKIIA BTOPHYHO. Takum
00pa3oM, CTEPEOrIIOCCHas pajylia NaTeJIOracTpPOIO]] SBJISETCS BTOPUYHOM, pa3BUBILEHCS BCICICTBUE
ajanTanuu K ckpeOymemy Tumny numenoosiBanus (Pucynok 4.11). To xe caMoe MOKHO TOCTYJIMPOBATH
JUTS 4SITFOCTH. Y MATeJUIOracTpOIol YHHKAIbHAS CPEIU FACTPOIIO]] YSIFOCTHAS [IACTHHKA, (POPMHUPOBAHKE
KOTOpPOW Ha KJICTOYHOM YPOBHE MaJIO OTJIHYACTCSA OT (POPMHUPOBAHUS OJHOPOIHBIX YEIIOCTEH Yy APYTHX
racTpoIioji, COrJIaCHO IaHHBIM, IOJYYEHHBIM B HaHHOW pabore. ITo BHemHeH MOPQOIOTHU YETHOCTh
IPEJICTABISET COOOM CTPYKTYPY, COCTOSIIYIO U3 IBYX CHMMETPHUYHBIX IIOJIOBHH. YUHUTHIBAs, YTO HApPHBIE
JaTtepayibHble WM JOPCO-JIaTepalibHbIC YEIIOCTH IPYTHX TacTPOIOJ] YacTO HMEIOT KYTHKYJSPHOE
COEIMHECHHUE TI0 CPEHEH JTMHUM, HanOO0JIee BEPOSTHBIM KaXKETCs CICHAPUI CIIUSHHS W3HAYAIBHO MAaPHBIX
JIOPCO-JTaTepallbHBIX IPOCTBIX YENIOCTEH IMaTe/UIOTaCTPOION B EAWHYIO IUIACTHHKY JUIS  3allldThI
OYKKaJIbHOTO SITUTENHS OT BO3JAEHCTBHSI TBEPABIX 3y0OB PaIyJIbl.

Punmaornoccuas pamyna Vetigastropoda ¢ 00abIiuM KOJHYECTBOM 3y0OB HEKOTOPHIMH aBTOPaMU
onpenensiach Kak 0azajabHas I BETKH Bcex racrpomoj, kpome Patellogastropoda (Hazsprunal, 1988;
Ponder, Lindberg, 1997; Ponder et al., 2020). JleiicTBUTeNbHO, PHUIHIOTIIOCCHAS paayjia C
MHOTOYHUCICHHBIMU MATKMMH MaprHHAIBHBIMHU 3y0aMH U IMapHbIE YEITFOCTH C POJIETAMH Ha paboveM Kpae
UIeanbHo MpHCHocoOieHsl it gerpurodarun. OmHAKO J€TalbHOE H3ydeHHe (OPMHUPOBAHUS
PHITHIOTIIOCCHON pajyJibl TMOKAa3aJi0 CYIIECTBEHHBIC MEPECTPONKH SIHUTENNS, CHHTE3UPYIOIIETO 3yOBI.
MHOTOYHCICHHBIE MapTHHAIBHBIC 3yObl PUIAAOTIOCCHOM paTysibl CHHTE3UPYIOTCS MOIUPHUIIMPOBAHHBIM
MHOTOPSIIHBIM ~ SMTUTEAMEM. TakoW jKe OJIUTEIWH CHHTE3UPYET JUIMHHBIE MaprHHAIbHBIC 3yObI
Neritimorpha. Beturactpornoasl 1 HEpUTUMOP(BI HE SBIIAIOTCS CECTPUHCKHUMHU TPYIIIAMH, U UX PaIyJIbl,
XOTSI W OTHOCSTCA K OJHOMY THITYy, HMMEIOT pPSJI CYIIECTBEHHBIX MOP(OJIOTHUECKUX OTIMYHN B
KOH(UTYpAIllMd W OpraHu3alid 30HBI (OPMHUPOBaHMSA. OTH NPU3HAKK YKa3bIBalOT, CKOpee, Ha
KOHBEPIeHTHOE TPOUCXOKIECHHE PUITHIOTIIOCCHON PayJibl ¢ JUTMHHBIMA MaprUHAIBHBIMU 3y0aMH B IBYX
HOJKJIacCax, a MEXaHU3M 00pa30BaHMs MHOTOCIIOMHOTO DIUTEIUS B 30HE (JOPMHUPOBAHMS MapTrHHAIBLHBIX
3y0OB pa3BWIICS KakK MPHUCIOCOOIeHHE K (DOPMHPOBAHHIO JJIMHHBIX 3y0OOB M KOMITAKTHU3AIMA WX B

panyJIIpHOM MELIKE.
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Pucynok 4.11. Cxemaruueckoe H300pakK€HHWE PEKOHCTPYKIUU TIPEIKOBOTO COCTOSHHSI TJIIOTOYHOTO
BOOPY’KEHHsI B OCHOBHBIX BeTKax ractpomno. dunorenerndeckoe aepeBo u3 cratbu Cunha, Giribet, 2019.
3eseHbli NOTyKpYT — CUMBOJ (DJIEKCUTIIOCCHOM payJiibl, KpAaCHBII OTPE30K — CTEPEOrIOCCOi paaybl. 3HAK
«?» 03HaYaeT OTCYTCTBHE TOYHBIX JBIHHBIX 110 HATMYHIO YentocTeid B moakaacce Neritimorpha.

Jnst Caenogastropoda xapakTepHO IIIOTOYHOE BOOPYIKEHHUE B BHJE TEHHOTJIOCCHOU (ceMu3y0oii)

panyJjbl U MapHBIX YeII0CTeH C pomjieTaMu, 4TO ABJISACTCA 0a3alIbHBIM COCTOSTHUEM JUIS ATOM TpYyHIIbI. Or

TEHHUOIJIOCCHOM  pajyJibl

MIPOU30LLIN

apyrue
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BBICOKOCTICITUATU3UPOBAHHBIE  PaIyibl, TPUCIIOCOOJIIEHHBIE K  XHUIIHUYECTBY, KakK, HampuMmep,
TOKCOTJIOCCHAsI pajlyjia HeoracTporoja. TeHHOrIoccHas pajayia Takke BCTpeuaercs y Vetigastropoda u
SIBIISICTCSI BTOPUYHBIM YIPOIIEHHEM PHIUAOTIIOCCHOW PaIyJibl, CBS3aHHBIM CO CICIHAATH3HUPOBAHHBIM
nutaHueM abeppanTHbix ¢opm (Haszprunar, 1988; Haszprunar et al., 2022). A Bot ans Heterobranchia
TEHHOTJIOCCHAS Pajyiia, TI0 BCeH BUIMMOCTH, SBIISIETCS 0a3aJIbHBIM COCTOSTHUEM, TOCKOJIBKY CITOPaJInIECKH
BCTpPEYaeTCs B Pa3HbIX KJIaJax MojKiIacca, BKiIroudas 6aszanbpHbie Kiaaasl (Bieler, 1988; Climo, 1975; Ponder,
Yoo, 1977; Warén, Bouchet, 1993), npu ToM 4TO pOJICTBO LIEHOTACTPOIIO] U TETEPOOPaHXU HE BBI3bIBACT
comuenwus (Cunha, Giribet, 2019; Uribe et al., 2022).

Takum 00pa3oM, BEpOATHBIM TIPEAKOBHIM COCTOSIHUEM TJIOTOYHOTO BOOPYKEHHS TacCTpPOTIOX
sBIsieTCs (DIIEKCHUTIIOCCHAS pajyiia Co CPEIHUM KOJIMYeCTBOM 3y0oB. JlaTepaiibHbie M MapruHalbHbIE 3y OBl
UMeroT HeOoubime Mopdonoruyeckue ornuus. Pagyna (MemOpaHa u 3y0bl) GOpMUPYIOTCS STIUTEIUEM,
COCTOSAIIMM U3 €HI€ HE pasrpaHUYEHHBIX Ha TPYNNbl U HE JUPQPEpEeHIMPOBAHHBIX HA OJIOHTO- U
MeMOpaHOOIaCThI KJIIETOK, KaK ATO MPOUCXOIUT Y XUTOHOB (CM. B CIIEAYIOIIEH T1aBe). YenoCcTH mapHeIe, C
pojuIeTaMHt 1o pabodyeMy Kparo, GOpMUPYIOTCS IO TUITY YEIIOCTEeH BeTUracTpono. M3 Takoro cocTosHus
MOYKHO BBIBECTH BCE OCHOBHBIE THITbI TJIOTOYHOTI'O BOOPYKEHHS: IOKOTJIOCCHYO paly ly MaTeIoracTponol
— MyTEM yMEHbILIEHUS KOJIMUYECTBA 3y0OB B psily, MUHEpanIu3aluei 3y0oB, a TaKkXKe CIUSIHUEM YeNIoCcTen
¢ o0pa3oBaHHWEM €IMHOMN IUIACTUHKU; PUMUIOTIOCCHYIO Paayly BETHTACTPOIION — IyTEM YMHOKEHUS U
BBITSTMBAHUS MaprHHAJIBHBIX 3y0OB, YTO MPHUBOJUT K CHENHM(HUKANNU OJOHTOOJIACTOB; W HAKOHEII,
TEHHOTJIOCCHYIO pajylly, KOTopas HauOoJiee TPUOIMKEHA 10 THUCTOreHe3y W o0mieil Mopdonoruu k
IPEKOBOMY COCTOSIHHUIO.

B maneoHTONOrn4ecKoi JIETONMMCH, K HECYAacThbl0, HE COXPAHMIUCH 3JEMEHTHI TJIOTOYHOTO
BOOPY)KCHHUSI PAaHHHUX TacTPOIOJ, TO3TOMY PEKOHCTPYKIHMS AaHIECTPAIBHOTO ammapaTa MOXET OBITh
OCHOBaHA TOJBKO Ha JAaHHBIX IO MOP(OJOTHH COBPEMEHHBIX BHJIOB, 4YTO JellaeT €€ HECKOJBKO
yMO3pHUTeIbHOH. TeM He MeHee, NMOHMMaHUE TUCTOTE€HE3a M 3aKJIAJKH TJIOTOYHOTO BOOPYXKEHHS B
OHTOTEHE3€ IMO3BOJISIOT YTOYHHTH OCHOBHBIE IMOJIOKEHHS W 00Jiee TOYHO MPEAINOI0KHUTh HAlpaBICHUS
IBOITIOIUH.

OCHOBHBIE HAITPABJIEHM A 3BOJIIOLNU TTMIIEJOBBIBATEJIBHOI'O ATIIIAPATA MOLLUSCA
CoryiacHO COBpPEMEHHBIM IPEICTABICHUSIM, MOJUIIOCKM JensaTcs Ha jase rpymmel: Conchifera u
Aculifera. K xouxudepam otHocurcs nsath kimaccoB (Gastropoda, Scaphopoda, Bivalvia, Cephalopoda,
Monoplacophora), k akynmudepam — asa (Aplacophora u Polyplacophora) (Kocot et al., 2020) (Pucynox
4.12). TumenoObIBaTeNbHBINA anmapaT y MpeICcTaBUTENeH BCEX KJIACCOB KOHXHU(Ep, 3a UCKIIOYCHHEM
Bivalvia, mpencraBnen pamynoit u uemocTsaMu; y akyiaudep, kpome OasanpHbix Prochaetodermatida

(Chaetodermomorpha), uemocts orcytctByet (Ponder et al., 2019, 2020).
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Cpeau Bcex KIAacCOB MOJUIIOCKOB TOJIBKO B kiacce Gastropoda MoxHO HaOM0OAaTh CHIIBHO
BBIPQXECHHYIO  paJualuio  MHIIEAOOBIBaTENbHBIX  cTpateruii.  BepositHO,  Mopdoiaoruueckumu
NPEANOChIIKAMA K BO3HHKHOBCHHIO Pa3HOOOpa3us TIIOTOYHOro Boopyxenus Gastropoda ssistrorcst
000CcO0JIeHHE TOJOBHI OT TYJOBWINA, YTO MPUBENO K OOJbIICH €€ TMOJBMKHOCTH, a TaKKe pPa3BUTHE
JIOTIOJTHUTEBHBIX TOJIOBHBIX OPraHOB YYyBCTB, BKJIIOYas Inynainbiia u Tiasa (MBamos, 1990a). V
CECTPHHCKON racTtpomogam rpymmsl Scaphopoda (PucyHok 4.12) roTOYHOE BOOPYI)KEHHE KpaiiHe
KOHCEPBATUBHO U MPECTABICHO HEMAPHOU NOPCATHHON YENIOCTHI0 U MACCUBHOM PaAyJIol, COCTOSIIEH U3
nsaTH 3y0oB B psny. Pamyna ckadomon oTHOCHTENbHO 00BEMA Teda caMasi KpyMHash Cpeau MOJUIIOCKOB.
CkynHoe pa3zHooOpa3We TJIOTOYHOTO BOOPYXKEHHs CKaomoJ CBA3aHO C BBICOKOW MHINEBOM
crenuanu3anyueid, a UMEHHO U30MpaTelbHbIM XUIIHUYECTBOM B TOJIIIE MATKHX OCAJKOB C IOMOIIBIO
CHeIMATM3UPOBAHHBIX IIynanel] — kanTtakyh (Hampumep, Reynolds, 2000). Paayia u uentoctu cirysxart 1is
pa3aaBinuBaHus pakoBuH xkepTB. Cephalopoda — 310 oOsuratHbie XHUITHUKH, OHH TAKXKE OTIMYAOTCS
€IMHOOOpa3HOW OpraHu3alueil muIe00bIBaTeIbHOTO ammaparta. JIs ToJOBOHOTHX —MOJUTIOCKOB
XapaKTepHO PAa3BUTHE MOIIHOTO KIIIOBA, COCTOSLIETO M3 HUKHEH BEHTPAJbHOM M BepXHEHl JopcanbHON
yactel. Pamyna mpu 3ToM Oepé€r Ha ceOs BTOPOCTENEHHYIO (YHKIUIO MEPETHUPaHUs MHILU, MOITOMY
pasHooOpasue paayn crosib Mano: y Nautilus 13 3y0oB B momepeunom psiay, a y Coleoidea 9, 7 wiu 5
(manpumep, Salvini-Plawen, 1988). Haunbosee 61u3koii kK 0a3aabHOMY COCTOSTHHMIO, BEPOSITHO, SIBIISCTCSI
panyna HayTuiyca. YemoCcTH TOJOBOHOTUX 3aHMUMAIOT HEOOBIYHOE ISl IPYTHUX MOJUTIOCKOB IOJIOKEHHE,
YTO, IO MHEHHIO HEKOTOPBIX aBTOPOB, XapaKTEPHU3yeT UX KaK CTPYKTYpPbI, HE TOMOJOTHYHbIE YETIOCTIM
npyrux mojuttockoB (Boletzky, 2007). [lelicTBUTENTHHO, OOBIYHOE JJIs1 MOJUTIOCKOB TTOJIOKEHUE YEITIOCTEH B
OYKKaJIbHOM TOJIOCTH — JIOpCAIbHOE, JaTepalibHOe WM JAopco-jatepanbHoe. OHako OoJiee JeTaabHbIe
WCCIICIOBAHHS YEITIOCTEH, MPOBEAEHHBIE B ATOH paboTe, MOKa3alid, YTO BEHTPAIbHOE MOJIOKEHUE TaKKe
BCTPEUYAETCS Y HEKOTOPBIX TaCTPOIOJ U B IIEJIOM, 1O BCEH BEPOSTHOCTH, HE TaKOE PEIKOE SIBJICHHE, KaK
cuMTanock panee. Takum 06pazoM, MOKHO TOBOPHUTH O BO3MOXKHOCTH SIUTENHS CTOMOieyMa (hOpMHUPOBATH
YEIIFOCTHBIE CTPYKTYPHI MO BCEMY MEPUMETPY, YTO 3aCTaBJISIET MEPECMOTPETh TOMOJOTHIO YeTIOCTEi
MOJUTFOCKOB. HamOosiee BEpOSTHBIM TPEIKOBBIM COCTOSHHEM KaXKETCS B 3TOM ClIydae YTOJIIICHHE
KyTHKYJIBI, 2 MOXET, U (OPMUPOBAHUE MEJIKUX 3yOUHKOB MO MEPUMETPy OyKKalbHON TpyOKH, C
MOCTEAYIONIUM Pa3BUTHEM YEIOCTEH B HEOOXOJUMOM IOJI0KECHUH.

I'motounoe Boopyxxenne Monoplacophora, 6aszanbpHOi Tpynmbl KOHXU(Ep, — 3TO HemapHas
YeIIOCTh U pajdyia, coctosias u3 11 3yoos (Lemche, Wingstram, 1959). Monormiakopopsl — HeOOIbIIas
rpymmna rpyHTOeI0B, KOTOpbIe COOUPAIOT YaCTUYKH IPYHTA C MTOMOIIBIO paayibl. Pagyna monomnakodop u
XUTOHOB CUMTACTCS JIOKOTJIOCCHOM, Tak ke Kak u y mateiutoractporoxa (Ponder et al., 2019). Onnako

HEoIyOJMKOBaHHbIE JaHHbIE, TIOJYyYEHHbIE B ATON paboTe, CTaBAT O] BOIIPOC CTEPEOTTIOCCHOE COCTOSIHUE
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XUTOHOB. Pajyna B pagysipHOM MeEIIKe XMTOHOB 3arubaeTcst ¢ yarepanbHbiXx kpaéB (Pucynok 4.13),
MO3TOMY BOIIPOC O CTEPEOTJIOCCHOCTH PaAyiibl MOHOILIAKO(POp TaKKe OCTAETCS OTKPBITBIM U TpedyeT

ACTAaJIbHBIX PICCJIG,Z[OBaHI/Iﬁ.
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Pucynok 4.12. Paznoo0pasue cTpoeHus ria0ToqHoro Boopyskenus B Tune Mollusca. dunorenernueckoe
nepeBo u3 crateu Kocot et al., 2020. 3eneHslii MOIyKpyr — CUMBOJ ()JICKCUTIIOCCHOW PaIyJIbl, KPACHBIH
OTPE30K — CTEpeOoryioccol pamyibl. 3HaK «?» HampotuB Aplacophora o3nayaer He oOINpeneIeHHOU
COCTOSIHUE PaIyJIbl.
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Pucynox 4.13. ITpumepsl cTpoenust 30Hb1 opmupoBanus pamyisl Aculifera. a-B. Stenosemus albus
(Polyplacophora). r-e. Tigulocharpia sp. (Solenogaster).

dopMmupoBaHUE pPagyibl TacTPONO[ TAKKE OTIMYAETCsl OT (OPMHUPOBAHUS Paaysibl XUTOHOB.
[MonyueHHble HAMH TpeIBapUTENbHBIC JaHHBIC MO CTPOCHUIO 30HBI (opMmupoBanusi Stenosemus albus

NOKAa3bIBAKOT, YTO Yy XHUTOHOB HCT )IPI(I)(I)CPCHI_II/IPOBKI/I Ha OAJOHTO- H MeM6paH06J'IaCTLI, a TAaKXC HCT
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pa3aeneHus OJJOHTOOIACTOB Ha TPYIIITBI, COOTBETCTBYIOIINE KOTMUECTBY 3y00B. OTOHTOOIACTHI IO CBOEMY
CTPOCHHUIO MaJl0 OTIUYAIOTCS OT OKPY)KAIOIIUX KJIETOK paay/IsIpHOTO Mellka. TakuM o0pa3oM, B 30HE
dbopMUpOBaHUSA paayibl XWTOHOB OTCYTCTBYET KieTouHas audQepeHnupoBka: Mo CyTd, Tpymna
CUHTETHUYECKU aKTUBHBIX KJIETOK €IMHBIM IJIACTOM CHHTE3UpYeT BCIo panyny (Pucynok 4.13). OtcyTcTBUE
nuPEepeHIIMPOBKU KIETOK MOXKET SBIATHCA 0a3ajdbHBIM COCTOSTHHEM (DOpMUPOBAHUS PaTyJibl JUIsl BCEX
MOJUTIOCKOB.

Pangyna Aplacophora, HecmoTpss Ha HEOOJIBIIOE KOJIMYECTBO BHUIOB M BBICOKYHO IHIIECBYIO
CHELMAIN3ALMI0 COJCHOTaCTpOB W KayaodoBear, TOKa3bIBaeT HEBEPOSITHOE pa3HOOOpasue: OT
MHOTOPSITHOM ¢ OOJIBIIIMM KOJUYECTBOM 3y0OB B sy 110 Beero aByx 3yooB (MBanos, 19906; Scheltema et
al., 2003). OcHOBHO# TEHICHIIMEH IPYIIIbI IBISETCS PEAYKIHUS IIEHTPAILHOTO 3y0a U YEIFOCTH, KOTOPBIE
OCTarOTCs TOJNBKO y Oa3zanbHOM rpymnmbsl kKaynodoseat Prochaetodermatidae (Scheltema, 2014). HaubGonee
CHeNMaTM3UPOBAHHAS pajyJia, HEMOX0XKas Ha palylly BOBCE, — 3TO JBa 3y0a, pa3BEPHYTHIX IPYT K APYTY
Haro100Ke IIUIIOB, KOTOPhIe pacTyT B TeYeHUe Bceil xu3uu (y BumoB pona Chaetoderma) (Todt et al.,
2008). BeposTHO, TaKO€ COCTOSTHHE TJIOTOYHOTO BOOPY)KEHHS SBJISICTCSI BTOPUYHBIM M CBS3aHO C BBICOKO
cnenuanu3anuen kaygaodoseat k u3buparensHoit Mukpodaruu. OTpbIBOYHBIE JAHHBIE TI0 YIBTPATOHKOMY
CTpPOEHHIO paayJisipHOro Memika cojenoractpoB (Wolter, 1992) roBopsiT o ToM, 4To paayispHas MmemOpaHa
OYCHb IUIOXO pa3BUTa, a pPAAYJSIPHBIA MENIOK BBICTIAH OJIHOTHITHBIMH KPYIHBIMH KJICTKaMH,
HAITOMUHAIOIIUMH B CBOCH OJHOPOJAHOCTH KIJIETKH PajyJibl IMUYMHOK racTpornona (Pucynok 4.13). Cnabas
kieToyHas quddepeHInpoBKa B 30He GOPMUPOBAHUS padyiibl aKkyludep — UHTEPECHBIN (haKT, KOTOPBIi
MOJKET CBHJIETEIHCTBOBATH B IMOJIb3Y TOTO, YTO Takoe ()OPMUPOBAHUE TIIOTOUHOTO BOOPYKEHUS SIBISIETCS
Oa3anbHBIM JUIS BceX MOJUTIOCKOB. K cokanenuio, 1 6osee IiyOOKOro aHajau3a He XBaTaeT JaHHbBIX IO
CTPOCHUIO 30HBI POPMHUPOBAHUS IPYTHX TPYIIIT FACTPOIIO/.

AHyecmpanvnoe cocmoanue nuuieoo0vl6amenbHo20 annapama moJiil0CKo8

Cornacuno mocnennum padoram (Ponder et al., 2021) aHiecTpaJibHbIM COCTOSIHUEM TJIIOTOYHOTO
BOOPY’KEHHUSI MOJUIFOCKOB SIBJISIFOTCSI OJHOPOJHAsl JOpCajibHAasi YEIIOCTh, BEPOSTHO C JIaT€pabHBIMU
YTOJIIEHUSAMH, KaK Yy MOHOIUIaKO(Op U MaTeJIOracTponol, U CTEPEOrIoCCHasl paayiia, Mo100Has paayie
XUTOHOB WJIM MOHOIUIaAKO(OpP, BEPOATHO ¢ MUHEpAIHU3AIMEH IaTepalbHBIX 3y00B COEIMHEHUSIMU JKeTe3a,
KOTOpasi BTOPUYHO HcUe3aeT y MoHomIakopop. Heckonbko MapruHaibHBIX 3y0OB, BO3MOXKHO, OBUIH
CIIOCOOHBI BBITIOJIHATE HEKOTOPHIE Pa3MAIUCTBIC JBIKEHUS — JIPYTUMH CJIOBAMH, MOTJIH UMETh
HEKOTOpbIe OrpaHHYCHHBIE BO3MOXHOCTH (iekcurioccHoctu (Guralnick, Smith 1999). Takum o6pasom,
croco0 MUTaHUA 3aKITI0Yalcs B CKOOJIEHUH CyOCTpaTa, BO3MOKHO C HEKOTOPBIM MOAMETaHUEM cyOcTpaTa
MaprUHATBHBIMU 3y0aMu, epeABUTAIONUMEU CMEIIEHHBIC YACTUIIBI K CEPEIUHE PaTyJIIbl, YTOOBI X MOKHO

OBUTO TIOMECTHTH B POT. B pe3ynbTare TIIATENBHOTO aHain3a (JOPMUPOBAHHS PATYIbl MPEICTaBUTEIICH
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pa3HBIX MOJKJIACCOB TacTPONOMA, MPEACTABICHHOrO B 3TOW pabore, OBUIO TNPEUIOKEHO CYHUTATh
CTEPEOrIOCCHOE COCTOSIHUE TaTeIUIOracTPOIIOl BTOPHYHBIM. B 9TOM citydae (IIeKCHITIOCCHOE COCTOSIHUE
payJibl — aHIECTPaIbHOE [UIsl TACTPOIIO U SBIISETCS alOMOP(GHBIM IPH3HAKOM, YIUTHIBAsE COBPEMEHHBIC
IPE/ICTaBICHUS. O TOM, YTO pajyjia BCEX OCTAJbHBIX MOJUIFOCKOB OTHOCHTCS K CTEPEOTJIOCCHOMY THITY.
OnHaKo JaHHBIX IO YJIBTPATOHKOMY CTPOCHHUIO 30HBI ()OPMHPOBAHHS, Ja U PaAaAyJibl B LEIOM, IS
OONBIIMHCTBA Ki1accoB, kpome Gastropoda, sSiBHO HEZOCTATOYHO JUIS CPAaBHEHUS Paysl MEXAy coOOW U
OTHECEHHS MX K (JICKCHIIIOCCHOMY MJIM CTEPEOTNIOCCHOMY THUILy. bolee neTanbHbIe HCCIIeI0OBaHUS PaIy
akynudep ¥ BBICOKOCIEIMATM3UPOBAHHBIX TojKiIaccoB Scaphopoda u Cephalopoda moryt mokasats
HECOCTOSATENILHOCTh ATOTO MPU3HAKA U BBIIBUTH HOBBIC KPUTCPUH JJIsi CDABHCHHSI.

VuuteiBasi, 4T0 y OOJBLUIMHCTBA MOJUIIOCKOB, B TOM YHCIIE PEIMKTOBBIX MOHOIUIAKO(hOp, pamylia
COZCP)KUT OTHOCUTEIBHO HEOONBIIOE KOJIMYECTBO 3yOOB, HECWIbHO Au(p(PEpeHINPOBAHHBIX Ha
JaTepaibHbIC U MaprUHAIBHBIC 3yObl, a TAKKE MIPUHUMAs BO BHUMaHKE, YTO OOIIETPHU3HAHHBIM 0a3aIbHbIM
THUIIOM [TUTAHUSI SBJISIETCS Hen30upaTeabHass MUKpO(harus uin AeTpuTodarus, MOXKHO MPEOJIOKHUTh, 4TO
AHLECTPAIBHBIM COCTOSIHUEM SIBJISIETCS pajyJia, OCYIISCTBIIIOIIAs IPOCThIC IBHKCHHS BIEPEN-HA3a,
BEpOSTHO (puekcurioccHoro tuma, ¢ 11-17-r0 3yOamm, cmabo pas3nenéHHbBIMH Ha JaTepalibHbe U
MapruHajbHbIC.

Curyanust ¢ 4YenrocTsIMH OKasajach HempocToi. I[lomydeHHble B 3TOil pabore JaHHbBIE
CBHJICTENILCTBYIOT B TMOJb3y TOrO, 4YTO BBICTHIKA OYKKAJIBHOTO OSIHUTENUS TacTPONoa 00JaaaeT
CIOCOOHOCTBIO K (hOPMHPOBAHHUIO YEIIOCTH 110 BCEMY IepUMeTpy OYKKalbHOM MONOCTH. BeHTpaibHO
NIOJIO’KEHHE CYEIFOUTEH TakKe XapaKTePHO U JJIsl TOJIOBOHOTUX MOJUTIOCKOB. [103TOMy BIOJIHE BEPOSITHO,
4TO aHIECTPAIBHBIM cocTosiHHeM Bcero tuma Mollusca Obuta He gopco-matepanbHas OJMHOYHAS
JerocTHas TiacTuHka MoHoruiakodop (Ponder et al., 2021), a XUTHHH3UPOBAHHOE YTOJIICHUE TI0 BCEMY
nepuMeTpy OYKKaJbHOW IOJIOCTH, C BO3MOXKHOCTBIO K (DOPMHUPOBaHHIO OTACNBHBIX 3yOIOB B pa3HbIX
Mectax. CoxpaHeHHe BHICOKOH MOTEHIMH K ()OPMHPOBAHHIO YETIOCTEH 10 BceMy NepuMeTpy OyKKalbHOI
HOJIOCTH TIPUBOJHMT K TOMY pa3sHOOOpA3WIO YENIOCTEH, KOTOpOe Mbl HaONI0JaeM B Pa3HBIX KJIACCax

MOJIJIFOCKOB.

YEJIOCTHU TPOXO®OPHbBIX JKNBOTHBIX
Bo3HHMKHOBEHNE BEHTPAIbHOTO IJIOTOYHOTO BOOPYKEHUS Y TPOXO(OPHBIX KUBOTHBIX — HEPENIKOE
sSIBIICHHE, OCOOEHHO sIpko mpexactaBieHHoe y Annelida. Yenroctu aHHenna, Tak ke Kak W pajylia
MOJUTIOCKOB, PacrojiaraloTcs B BEHTPAIbHOM OpraHe, KOTOPBIH, M0 CYTH, MPEACTaBIsAET o000 KapMaHbI
BBICTUJIKU pOTOBOH nostocT. OO011ast ¥ TOHKast MOp(OIOrus YetocTel KOJIb4aThIX YepBEil, a TAKkKe CrIoco0

uX pocrta ObLIH J0BOJLHO moapoOHO onrcansl panee (Wolf, 1980; Paxton, 2000; 2004, Rouse, Pleijel 2001;
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Tzetlin et al., 2020). Yemroctu Annelida npexncraBnsior co00il KyTUKYJISpHBIE CTPYKTYPBHI,
chopMHpPOBaHHBIE CICIMATU3UPOBAHHBIME SIUTEIHAIBLHEIMU  KieTkamu (THaToOmactamu) (Tzetlin,
Purschke 2005). s dvemrocTeil aHHENWA XapaKTepeH MHUKPOBUIUISPHBIA POCT, TaKk e Kak W IS
[JIOTOYHOTO BoopyskeHus mosuttockoB. Yemroctu Phyllodocida u muorux Eunicida riryboko mpoHu3aHbI
KMBBIMA MHKPOBWJISIMA THATOOJACTOB Ha TPOTSHKEHHH BCErO TEPHOJA JKU3HH, YTO TOBOPUT O
IEpMaHEHTHOM pocte Hu Bo3obOHosmenuu uvemroctu (Tzetlin, Purschke 2005). [us demroctu
BepxHeuentocTHoro ammapata y Dorvilleidae (Eunicida) xapakTepabl rHaTo01acTBl C O4EHb KOPOTKHMH
MHUKPOBHJUISIMH HJTH COBCEM JIMIIEHHBIC HX, YTO CBUJICTEIBCTBYET 00 OCTAHOBKE POCTA YEIIFOCTH STOTO THIIA
HOCJIe TOro, Kak OHa ObLIia chopMupoBaHa. B HEKOTOPBIX CIy4asx y BUJIOB C 3TUM THIIOM YEIHOCTEH
OpoMCXoauT HxX peryisgpHas cmena (Tzetlin, Purschke 2005). BenrpaibHOE MOJOXKEHHE YETIOCTH,
CepHATIbHOCTh U MUKPOBWIUISIPHBIA POCT, Tak )K€ KaK M CMEHA YeJIIOCTeH B OHTOTeHE3e, B OOLIMX YepTax
HANIOMHUHAIOT (HOPMHUPOBAHKME W BO30OHOBIICHHE paxylibl ractporoj. OJHaKo B OCHOBE (HOPMHUPOBAHHS
pamyibl JIOKHT MPHHIHMIKAIGHO HOBBI MEXaHHW3M OOpa30BaHUs CEPUABHBIX CTPYKTYpP, KOTOPBIi
nojpasymMeBaeT (OPMHUPOBAHHE MHOTHMX 3yOOB OJHHUMHU M TEMH JK€ KJICTKAMHU IyTEM BKIIOYCHUS-
BBIKJIFOUCHHS CEKPETOPHOW aKTUBHOCTH. UENIOCTH Ke aHHENWJ MEHSIOTCS HE TaK 4acTo, HO B Cilydae
CMEHBI HOBBIC YEJTFOCTHBIC AJIEMEHTBI CHHTE3UPYFOTCSI HOBBIMH, COCEIHUMU TPYIIIIAMU THATOOJIACTOB. DTO
NPUHIMIHAIBHOE OTIMYKE [eNaeT Paaysly YHHKaJIbHOW CTPYKTypOW MO OTHOLICHUIO K TJIOTOYHOMY
BOOPYIKEHHUIO PYTUX TPOXO(OPHBIX KUBOTHBIX, U OTYACTH 0OECIIEYMBAET TaKOe OOJIBIIOE pa3HOOOpasue

MHUIICBBIX CTpaTeFI/Iﬁ M 3BOJIFOIIUOHHBIN YCIIeX MOJIJIFOCKOB.
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IIpuioxkenue Kk riase 4.
Ta6auna 4.1. Paznoo6pasue 010HTOOIACTOB OPIOXOHOTUX MOJITIOCKOB. H — BhIcoTa omonTOOMacTa, W —
MIMPHHA OJJOHTOOJIACTA.

(O. Fabricius, 1780)

Ononrodaact | Koauuecr
OTtpsan/ Ononrobracter bl 3y00B BO
" JUYUHOYHbBIX
HaJCceMelCTB Bup Panyaa ayGoB 110J10B03pPeIbI OJI0HTO00J1a Cceblika
(] HxW “m X oco0eit CTOB Ha
’ HxW, um OJIUH 3y0
PATELLOGASTROPODA
Patelloidea Patella coerulea - 300-400x1 TBICSYU Peters, 1979
Linnaeus, 1758
Patella vulgata - 400%2 - Runham &
Linnaeus, 1758 Isarankura,
Joxo- 1966
Lottoidea Lottia gigantea TJIOCCHAS - - TBICAYH Rinkevich,
G. B. Sowerby I, 1993
1834
Testudinalia 12-13x2-3.5 113-117%2.5-3 | Teicsaum JaHHas
testudinalis (O. F. pabota
Miiller, 1776)
VETIGASTROPODA
Lepetellida Puncturella - JaTepaNbHbIi: | COTHH JIaHHAsI
noachina 65x3.5-4 pabora
(Linnaeus, 1771) Pununo- MaprUHATbHbIH
TJI0CCHas . 6-7%x3.5-4
Trochida Margarites 23-26x7-12 JaTepaNbHbIi: | COTHH JIaHHAsI
helicinus Phipps, 25-30x2.5-3.2 paGoTa
1774 MaprUHAIBHBII
: 2.5-4x3
NERITIMORPHA
Cycloneritida | Nerita litterata Pununo- - 70-200x1-2 TBICAYA JTaHHAS
Gmelin, 1791 rI0CCHas paboTta
CAENOGASTROPODA
ARCHITAENIOGLOSSA
Ampullariidae | Pomacea bridgesii Tenno- - 92-97x5-7 COTHH Mischor &
(Reeve, 1856) rIocHast Markel,
1984
LITTORINIMORPHA
Littorinidae Littorina littorea 28-31x3.8-4.2 - COTHH JaHHas
(Linnaeus, 1758) pabora
Littorina obtusata - 75-85%5-7 COTHH JaHHas
(Linnaeus, 1758) pabora
Lacuna vincta Tenuo- - 85-90%5-7 COTHH JaHHas
(Montagu, 1803) [JIOCCHAs pabora
Lacuna pallidula 34-36x4-5 90x5-7 COTHH JaHHas
(da Costa, 1778) pabora
Skeneopsidae | Skeneopsis - 20-22x4-4.5 JIECATKH JTaHHAs
planorbis pabora
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Hydrobiidae Peringia ulvae - 38-41x6.5-7 JIECSTKU JaHHAasI
(Pennant, 1777) pabora
NEOGASTROPODA
Buccinidae Buccinum undatum 21-22x3-3.8 45-50x3.8-4 COTHH JaHHAs
(Linnaeus, 1758) pabora
Columbellidae | Pseudanachis - 40-50 - Guralnick &
basedowi (Hedley, CreHo- De
1918) rJ0CCHas Maintenon,
1997
Euplica bidentata - 39-42 - Guralnick &
(Menke, 1843) De
Maintenon,
1997
Mangeliidae Oenopota - 21-22 COTHH Shimek,
levidensis 1975
(Carpenter, 1864)
Turridae Lophiotoma acuta - 23.5-23x2-3 COTHH JIaHHAsI
(Perry, 1811) Toxco- pa60Ta
TJIOCCHAaA
Drilliidae Clavus maestratii - 20-23%3,5-4 COTHH JaHHAas
Kilburn, Fedosov & pabota
Kantor, 2014
Conidae Conus pulicarius - 18-20x2-2.5 COTHH JlaHHAsT
Hwass in paboTta
Bruguiére, 1792
HETEROBRANCHIA
Lymnaeoidea | Biomphalaria - - 10-14 Wiesel &
glabrata (Say, Peters, 1978;
1818) Kerth, 1979
Lymnaea stagnalis - 16-23%5.5-7 9-11 Mackenstedt
(Linnaeus, 1758) & Mirkel,
1987; 2001
Stylommatoph | Limacus flavus MynbTH- - - 15 Kerth &
ora (Linnaeus, 1758) cepHuajbHas Krause,
1969
Helix pomatia - - 10-12 Kerth, 1979
Linnaeus, 1758
Cepaea nemoralis - 16-23x5.5-7 Heckonsko | Mackenstedt
(Linnaeus, 1758) & Mirkel,
1987
Gymnosomata | Clione limacina 13-14x3.4-4.6 19-22x2-8 5-7 JaHHAs
(PhippS, 1774) pa60Ta
Limacina helicina Tpu- 10-8.5x4.3-4.7 20-22x10-23 5-7 JlaHHast
(Phipps, 1774) cepHajbHas pabora
Cephalaspidea | Papawera MynbTH- - - HECKOJIBKO Rudman,
zelandiae (Gray, cepuanpbHas 1971
1843)
Bulla quoyii - - HECKOJIBKO Rudman,
J. E. Gray, 1843 1971
Sacoglossa Limapontia Yuu- 13x7 50-54x14-15 1 JTaHHAs
senestra cepHasbHas pabora
(Quatrefages, 1844)
Nudibranchia | Coryphella - 35x23 1-5 JlaHHast
verrucosa (M. Sars, paboTta

1829)
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Ziminella Tpu- - - 1-3 Hughes,
salmonacea cepHrajbHas 1979
(Couthouy, 1838)

Eubranchus rupium - 17-20%6.5-7.5 | HECKONBKO | JaHHas
(Mgller, 1842) pabota
Dendronotus - 46-48x23-26 HECKOJIBKO | JaHHas
frondosus pabora
(Ascanius, 1774)

Vayssierea elegans MynbTH- - 8-9x3-4 HECKOJIBKO JTAaHHAs
(Baba, 1930) cepuabHas paboTta
Cadlina laevis - 40-45%5-9 3 JTAaHHAS
(Linnaeus, 1767) pabora

Tab6auna 4.2. OHTOreHeTHYecKas AMHAMHUKA paaysbl. DopMmypa pagyibl OMUCHIBAET KOH(UIYPALUIO

OJTHOT'O TIONIEPEYHOT O psifa, rae R — nentpanbHblil 3y0, L — natepanbubie 3yos1, M — MmapruHaibHii 3yObl.

JInunHoYHas IOBenuwibHas B3pocaas
Bun panyaa paayJa paayJa Ccbuika
M.L.R.L.M M.L.R.L.M M.L.R.L.M
PATELLOGASTROPODA
Patella vulgata
Linnaeus, 1758 0.11.1.0 12121 3120213 Smith, 1935
Testudinalia testudinalis 0.1.1.1.0
(O. F. Miller, 1776) 02120 1.2.0.2.1 0.2.0.2.0 JaHHas paboTa
Erginus sp. 11111 1.2.1.2.1 0.3.0.3.0 Chernyshev, 2018
VETIGASTROPODA
Haliotis tuberculata
Linnaeus, 1758 0.3.1.3.0 0.5.1.5.0
54.1.45 Crofts, 1937
Haliotis kamtschatkana
Jonas, 1845 12121 00.5.1.5.0
Kuehl, 2020
Haliotis discus hannai
Ino, 1953 12121 0.5.1.5.0
2.2.1.2.2 Kawamura et al., 2001
Margarites helicinus,
Phipps, 1774 12121 42124 ©3.150 | o inas paGota
CAENOGASTROPODA
Lacuna vincta (Montagu,
1803) 0.2.1.2.0 0.3.1.3.0
- JlaHHasi paboTa
Buccinum undatum
(Linnaeus, 1758) 0.11.1.0 - 0.11.10 naHHas padora , KanTtop, 1988
HETEROBRANCHIA
Limapontia senestra
(Quatrefages, 1844) 0.0.1.0.0 - 0.0.1.0.0 JlaHHas pabora
Clione limacina (Phipps, ) )
1774) 0.1.1.1.0 i 0.7-12.1.7-12.0 HarHas paota
Eubranchus rupium
(Mgller, 1842) 0.0.1.0.0 - 0.0.1.0.0 JTaHHAs paboTa
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5. BAKJIIOYEHHUE

[Tomyuennble B xoJe paOOTHl JaHHBIE CYIIECTBEHHO PACHIMPHIN HAIIM IPEICTABICHUS O
Mop¢oreHese r10TOYHOr0 BOOPYKEHUS MOJUTIOCKOB, YTO IT03BOJINIIO BBIIBUTH OCHOBHBIE 3aKOHOMEPHOCTH
dopmupoBaHus pamyibl M yentocTeil. Pagyna — 3T0 yHUKalbHas CTPYKTypa, KOTOpass OTJIMYAeTcs OT
YeNOCTeH JPYruX TPOXO(POPHBIX JKUBOTHBIX CHOCOOHOCTHIO K BO30OHOBICHHMIO HJICHTHYHBIX 3yOOB B
TEUEHHWE BCEW KWM3HM MoJuTtocka. Kak mokazamm mopdosornyeckue HcCiaeoBaHUs, OCHOBOW IS
(opMHpOBaHUS CEpUAIBHBIX 3y0OB SIBJISETCSI BOSHUKHOBEHHE KJIETOYHOIO MEXAaHHM3Ma NEepHOJNYECKON
CEKpPEeLUH, TIO3BOJISIONIETO NePEKII0YaTh KJIETKY U3 COCTOSHUS OKOS B COCTOSIHUE aKTUBHOTO CUHTE3a, YTO
u oOecneunBaeT (HOPMUPOBAHHE OJUHAKOBBIX 3y0OB OIHOW Tpymnmnod omoHToOmacToB. Iloxoskee
NEePEKITIOYCHNE CHHTETHYECKOW aKTUBHOCTH KJIETOK MO>KHO HAOJI0/IaTh, HAIIPUMED, TIPU JIMHBKE B TPYTINE
Ecdysozoa, oqnako He ¢ Takol MepUOANYHOCTHIO. M3 BeeX TPOXO(MOPHBIX KUBOTHBIX TOJIBKO MOJUTIOCKH
CMOIJIM Peajn30BaTh MOJOOHBIH MEXaHU3M POCTa TBEPIBIX CTPYKTYpP. DTOT e MEXaHHU3M, XOTSA U HE B
TAaKOM SIBHOM BHUJIE, XapaKTEPEH TaKXkKe U JUIS JUCKPETHBIX JIEMEHTOB YEIIOCTEH racTpoOIiojl, YTO MOXKET
CBHJICTEIBCTBOBAaTh O €ro yHuBepcaibHocTH B Tune Mollusca. BepostHo, npu Gosiee BHUMATEIHLHOM
U3ydyeHUH (OPMHUPOBAHUA IPYTUX TBEPIBIX 3JIEMEHTOB MOJUIIOCKOB, TAaKUX KaK CIMKYJIbI aruiakopop u
HOJUIIIaK0(Op, MOKHO OyAE€T OOHAPYKHUTH TE K€ MPOLECCHI.

[Nonumanue pa3zHooOpa3usi MopQorenesa u dMOPHOreHe3a TIIOTOYHOTO BOOPYKEHHS TacTPOION
CTaHEeT HAIEKHOH TUTaTHOPMOH [T M3YICHUSI MEXaHU3MOB CHHTE3a M BO3OOHOBIICHUS XU THHU3UPOBAHHBIX

CTPYKTYp Ha MOJIEKYJIIPHOM ypOBHE.

BbIBO/IbI

1. dopmupoBaHue YemocTei 1 paaysibl Gastropoda uMeeT obIHe YepThl Ha KIIETOYHOM YPOBHE U MO-
eT OBITh OMMCAHO KaK COUETaHHEe HEMPEPHIBHON (CUHTE3 pagy IsipHOM MeMOpaHbI M MPOCTON YEIIOCTH) U
NepuoINIecKoil (CMHTE3 3y00B palyJibl M POAJIETOB UetocTeit) cekpennu. [lepronndyeckuii TUIT CEKpeIH,
IIpU KOTOPOM IIPOUCXOJUT CMEHA MepHoJia aKTUBHOTO CUHTE3a MEPUO0IOM IOKOs 00HTO0IacTOB, oOecIe-

yuBaeT (OPMHUPOBAHUE CEPUATHHBIX 3yOOB U SBIISETCS HOBOIPHOOPETEHHBIM ISl MOJTFOCKOB.

2. Panyna HaumHaeT 3aKJIaBIBATECS y JTMUYUHOK TaCTPOIOJI, YTO MOKHO pacCMaTpUBaTh Kak TeTepo-
XPOHUIO, TIOTOMY YTO Ha JIMIMHOYHON CTaIMM OHA He QYHKIMOHHUPYET. B Kaka0oM psijty hopMuUpyromerncs
paayiibl 3aKIabIBacTCsl HeOombIoe yncio (3-7) cnabo auddepeHnpoBaHHBIX 3y00B, TIPH 3TOM OJIUH 3y0
dbopmupyercst HebonbmuM (5-10) ynuCIOM KIETOK. DTH OCOOEHHOCTH SIBISIOTCS CIEICTBUEM T'€TEPOXPO-

HUH, TO €CTh CABUIA 3aKJIAAKW PaayJibl HA paHHHUE CTaIUN PAa3BUTHUA.

3. HedyHkunonupyromas JTUYMHOYHAs pajaysia cpasdy 3akKjIaJblBae€TCsl C XapaKTEPHBIMH OCOOEHHO-

CTSIMH TOT'O WJIM MHOT'O TUIIA OPTaHU3aLUU, KOTOPBIN COOTBETCTBYET B3POCIION paLyJie TOro e Bujaa. Takum
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00pa3oM, B pa3BUTUHU PayJibl B OOJIBIIMHCTBE CIy4aeB HE MPOUCXOUT PEKAUTYJIAIMH aHIIECTPATHHOTO
COCTOsTHHS. YepThl peKanUTYJISIUH MOXKHO OTMETUTh ToJibKO y Patellogastropoda, Tak kak y HuX pamyna
3aKJIaJIbIBACTCS C IICHTPATbHBIM 3yOOM (KaK y BCEX OCTANbHBIX TaCTPOMO[), & BIOCIEIACTBHH 3TOT 3y0 pe-

JIyUHAPYETCA.

4, AHIIECTpaNTBHBIN THIT CEKPEIUU 3yOOB palyJibl COCTOUT B (POPMHPOBAHUU OJHOTO 3y0a HECKOJIb-
KUMH COTHSIMH YHU(DHIMPOBaHHBIX 0J0HTOONMacToB (kak y Caenogastropoda). B mpeaenax kiacca ractpo-
II0J] €CTh JIBa OCHOBHBIX HANpaBJICHUS 3BOJIOIHMHA MeXaHu3Ma (popmMupoBanus 3y00B. OuH U3 HUX — IO-
JMMepH3alus 0J0HTOOJACTOB 0 HECKOJIBKUX Thicsyu (Kak y Patellogastropoda), npyroit — omuromepusa-
1K 0JTOHTO0JIaCTOB BILIOTH J0 OJHOTO 0JI0HTOOMacTa Ha 3y0 (kak y HekoTopbix Heterobranchia). Mcxoaro
3yObl (POPMHUPYIOTCSI OTHOCIOMHBIM dmMTeneM, Ho y Vetigastropoda u Neritimorpha ocobeHHoO yuiHHEH-
HBIC 1 MHOTOYHCJICHHBIE 3yObl (OPMHUPYIOTCS BUAOM3MEHEHHBIM MHOTOPSITHBIM ITUTEIIHEM.

S5. CpaBHUTENIBHO-MOP(OIOTNYECKUI aHAINU3 ITIOTOYHOTI'O BOOPY KEHHSI OPIOXOHOTUX MOJIITIOCKOB I103-
BOJISIET TIPEAIOJIaraTh, YTO aHIECTPAIbHBIM COCTOsTHUEM utss Gastropoda sisisiercst dekcurioccHas pa-
JyJa, B KOTOPOil B KaIOM MOIEpedHOM psany coaepxkurcs 11-17 cmabo muddepeHnupoBaHHbIX 3y00B.
Hanuyre mapHBIX JlaTepalbHBIX YETIOCTHBIX IUIACTMHOK MOXXHO pPAacCMaTpHUBaTh KakK aHIECTPAIBHYIO
4epTy, C COXpaHEHHEM MOTEHIINH K ((OPMUPOBAHHIO YEIIOCTEH TI0 BCEMY TEPUMETPY BBICTHIIKH OyKKailb-

HOU IOJIOCTH.
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