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WN3yuyeHnue opranuzauu gododopa umeeT 00abIIOE 3HaUeHUE s aHaau3a ¢puiaorenuu Lophophorata n
MOHUMAHMUSI IIyTeil 3BOJIOLIMOHHBIX IIPe0Opa30BaHMII BHYTPU KaxKI0i TPYMIThl JIOPOMOPHBIX KUBOTHBIX.
HMuuepsanust tododopa y miaHok Flustrellidra hispida izydeHa MmeTrogaMyu UMMYHOLIMTOXUMUU U KOH(PO-
KaJIbHO JIa3epHOI CKaHUpPYIollIeil MUKpOCKONUU. BriepBhie ITOKAa3aHO, UTO Y 3TOTO BUAAa UMEETCS BHEIII-
Hee HepBHOE KOJIbII0, KOTOPOE JaeT Havyalo HepBaM, MHHEPBUPYIOIIMM Iilynajiblia. PaHee BHellIHee HEpB-
HO€ KOJIbLIO ObUI0 onrcaHo y apyrux Ctenostomata, a takxke y Cyclostomata. OgHako y paHee ucciieIoBaH-
HBIX BUIIOB BHEIIIHEE HEPBHOE KOJIbLIO HE CBSI3aHO ¢ KaKUMM ObI TO HU ObLIO HepBaMu. OOHapyXeHHast
0COOCHHOCTh MHHepBauuu jJododopa F hispida mo3BoNSIET HMpeANOoaaraTb BOJIOLMMOHHBIN pSII TpaHC-
dopmanuu Jododopa MITaHOK OT TUITOTETUYECKOro (POPOHUIOIIONOOHOTO IIpeaKa ¢ KPYITHBIM BHEIITHUM
HEPBHBIM KOJIBLIOM U OTXOISIINMU OT HETO MHOTOYMCIEHHBIMM HEPBAMH IIIyTIAJIel], K CJIOKHOMY KOJIOKO-
J006paszHoMy Jioodopy F hispida ¢ BbIpaxkeHHBIM BHEIITHUM HEPBHBIM KOJIBLIOM 1 HEMHOTOYMCIIEHHBIMU
LIYIAJbLEBLIMU HEPBAMU, K IPYTUM KTEHOCTOMATaM, BHEIIIHEE HEPBHOE KOJIBLIO KOTOPBIX HE CBSI3aHO CO
LIYAaJblLEBBIMU HEPBAMU, U Jajlee K XeiJIOCTOMAaTaM, y KOTOPbIX BHEIIIHEEe HEPBHOE KOJIbIIO OTCYTCTBYET
BOBCE.

Karoueswie caosa: Lophophorata, 1ododop, HepBHaAsI cucTeMa, KOH(pOKaIbHas Jla3epHasi CKaHUPYIOIIas
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Mmanku (Bryozoa) — oTnenbHBIN THUIT 0€CITIO3BO-
HOUHBIX XXMBOTHBIX, TTOJIOKEHUE KOTOPOTo Ha JpeBe
Bilateria mo cux nmop TouHo He ornpenencHo. Coryiac-
HO JaHHBIM MOJIEKYJIIPHON (PUITOT€HETUKU MILIAaHKU
OO CTOSAT OCOOHSIKOM OT BceX Apyrux Lophotro-
chozoa, mm6o BMecte ¢ Kamptozoa m Cycliophora
dopmupyioT kinany Polyzoa [1, 2]. OnHako Tpaguim-
OHHO MIIIAaHKU paccMaTpUBAIOTCSI B COCTaBe HAATU-
noBoii rpynimkl Lophophorata, koTopasi, KpoMe Miia-
HOK, BKiIIo4aeT (popoHMa 1 Opaxuonon. MoHod s
nododopaTr ObUIA TOATBEPKIEHA pe3yIbTaTaMH
CpaBHUTEIbHO-aHAaTOMUYECKoTro aHanu3a [3, 4], a
TakXXe HOBBIMU JTaHHBIMU MOJIEKYJISIPHO-TeHETUYEC-
ckoro aHanusa [5, 6]. Juast Bcex nododopar xapak-
TepHO HaJIuuuMe O0coOOro IIyIMajblieBOrO OopraHa —
Jioodopa, KOTOpbIit, BEPOSITHO, MOSIBUICS Y Jajie-
KOTO 00111eTO TIpeaKa tododopaT 1 3aTeM Mo-pa3Ho-
MY 3BOJIOLMOHUPOBaAN Yy (popoHUd, Opaxuorion M
MIIAHOK [4]. MHEHUS O MyTSIX 3BOJIIOLMOHHBIX Mpe-
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obpaszoBaHuii 1Jodpodopa y MIIaHOK ITPOTUBOPEUUBEI
[3,7,8].

Llennio HacTosIeil paboThl OBUIO M3ydeHUE WH-
HepBauuu Jododopa y KTEHOCTOMATHOI MILIAHKU
Flustrellidra hispida.

MarepuaiaoM Ui pabOThI MOCTYXKWIN KOJIOHUU
Flustrellidra hispida (Fabricius, 1780), cobpanHbIe B
OKPECTHOCTSIX 0€JIOMOPCKOI OMOIOrMYecKOil CcTaH-
uuu MI'Y umenu M.B. JlomoHocoBa (BbC MIYY).
3oouasl paccaabisnu B pactBope MgCl, u hukcupo-
B 4% mnapadopmanpaerunoM Ha 0.1M docdar-
HoM Oydepe. ITocne orMbIBKM B pocaTHOM Oydepe
¢ 5% Triton-X100 300uabsl MHKYOMPOBAIN B OJIOK-
pactBope ¢ 1% OBIYBMM CHIBOPOTOUHBIM albOyMU-
HoM, 0.1% cold fish skin gelatin, 0.5% Triton-X100 u
0.05% Tween 20 B TeueHue 24 4. IToaroToBjIeHHbIA
MaTepuraa MHKyoupoBaiu ripu +4°C B TedeHue 72 4 B
pacTBOpe MEePBUYHBIX aHTUTEI K CEPOTOHUHY U TH-
POHU3UPOBAHHOMY ajibda-TyoyauHy. ITociae oTMbIB-
KM B OJIOK-PacTBOpPE 300UI0B MHKYOMPOBaJIH BO BTO-
PWYHBIX aHTUTEJIAaX, OTMBIBAIM, 3aK/II09aId B CMECh
OCH3WJIOBOro CrupTra W OEH3MI-O0eH30aTa U IIPO-
CMaTpUBaJIX B JIa3epPHOM KOH(MOKAJILHOM MUKPOCKO-
ne Nikon Eclipse Ti (Tokyo, Japan), yctraHOBIeHHOM
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Ha BBC MI'Y. Z-tipoexuny OBIIM CAEIaHBI B IIPO-
rpamme Imagel 1.43.

Flustrellidra hispida vMeeT KOJI0KOJIOOOpa3HBIN
nododop, Hecymmii 26 mynanen. Kaxnoe mymaib-
ue F hispida mHHEpBUPYETCS OBYMS MPOIOJIbHBIMU
HepBaMu — (POHTAJBbHBIM M a0(@POHTAJIIbLHBIM
(puc. la). AOpOHTAJILHEIN HEPB OYE€Hb KPYITHBIM,
COCTOMT M3 OOJIBIIIOr0 YMCja HEPBHBIX BOJOKOH U
CBSI3aH C PECHUYHBIMU CEHCOPHBIMU OpraHaMM, pac-
MOJOXEHHBIMU BHOJb a0(GPOHTAIbHOII CTOPOHBI
KaXIOoTO IIyItanblia. AOGPOHTANIBHBINA IIyITajablic-
BbIii HEpPB HAaUMHAETCS ABYMsI KPYITHBIMU KOpeIlIKa-
MU OT JJIMHHBIX, TOHKMX MEXKIIYNAJIblIeBbIX HEPBOB,
KOTOpBIE TSIHYTCS OT HUPKYMOPAJIbHOTO HEPBHOIO
KoJblia. Kaxablii MeXIinynanablieBblii HEPB WMEET
CJIOXKHOE CTPOEHHE: B €T0 COCTaB BXOISIT KaK HEPB-
HbBI€ TPaKThl, UAYIINE HEIIOCPEICTBEHHO OT Iiepe-
OpajibHOTO TAaHTJIMSI, TAK U KPYITHBIM aKCOH CEpOTO-
HUH3PTUYECKOM 4YBCTBUTEIBHOI KIIETKM, KOTOpPAas
pacnojaraeTcs Mexay IynajabiiamMu. Beero y F hisp-
ida HacuuThiBaeTcsl 24 Takue KJIETKM, pacroJjara-
IOIMeCs] ¢ BHYTpeHHEe CTOpOHEBI JIopodopa, ogHa-
KO, YYBCTBUTEJIBHBIM KTYTUK KOTOPBIX IPOXOIUT
MEXIY IIyMajbliaMUM C BHEILIHEH CTOPOHBI J0(Podo-
pa. LlupkymopaibHOe HEpPBHOE KOJIbIIO COCTOUT U3
IBYX 4YacTeil, pacIlOJIOXEHHBIX OOHa Ham IPYyrou
(puc. la). HxXHSS 4acTh LHIUPKYMOPATIbHOTO HEPB-
HOTro KoJiblia (opMUpYeTCS MeXIIyNalbleBbIMU
HepBaMM, KOTOpPHBIE IPOXOASAT BOKPYI IJIOTKM, Ya-
CTUYHO CJIIMBAIOTCS IPYT C ApyroM, GopMupys dosnee
KpYTHbIE HEPBHbIE TPAKThI, U TIEPEXOIAT B JIaTepasib-
HBI1 HEPBHBIM IUIEKCYC IIepeOpaibHOIO TaHTIJIMS.
BepxHsist yacTh HIUPKYMOPAJIbHOTO HEPBHOTO KOJbLIa
CBsI3aHA C LiepeOpaIbHBIM FaHIJIMEM TOHKUMU JlaTe-
pabHBIMM KOpeIIKaMM W IIPEACTaBIsSIeT COO0O0M
KPYMHBII My4OK HEPBHBIX BOJIOKOH, UMEIOLINIA (hop-
MY TIOJTyKOJIblia, PA30OMKHYTOTO Ha OpaIbHOI CTOPO-
He Tesa. OT BepxHeil YacTU UMPKYMOPaJIbHOTO HEPB-
HOTO KOJiblla OepyT Hayajao (pOHTaJIbHbIE HEPBHI
LIyTaelr.

VY E hispida 6b110 00HapyKeHO BHEIIIHEEe HEPBHOE
KOJIBIIO, ITPOXOISIIIee Mo IIepuMeTpy Jiopodopa ¢ ero
BHeEIIIHel cTtopoHbl (puc. la). Hapy:kHoe HepBHOE
KOJIbIIO O0pasoBaHO NBYMSI-TpPeMsI HEPBHBIMU BO-
JIOKHaMM, KOTOpbIE IEMOHCTPUPYIOT U CEPOTO-
HUH3pruyeckyto (puc. 1B), U TyOYJIMHIPTIUYECKYIO
(puc. 1B) uMMyHopeakTuBHOCTb. HapyxHoe HepB-
HOE KOJIbIIO CBS3aHO C TOHKUMM CEPOTOHUHIPruye-
CKUMHU HEUpUTAMU, KOTOPbIE MIPOXOIAT C BHEIIHEN
CTOPOHBI LIYTTATbLIEBOM JJaMEJUTbI 10 TPYTIIT BHEIITHUX
CEPOTOHMHAIPIUYECKUX KJIETOK U Aajibliie K OMHOMY
13 KOPEIIKOB aO(POHTAILHOTO IIYITAIbIIEBOrO HEP-
Ba (puc. 16). DT HeiipuTHI BXOOAT B COCTaB abO(GpOH-
TaJIbHBIX HEPBOB U MTPOXOAST BIOJb BCETO IIyNablia.

WNunepBanusa mododopa MITaHOK HCCIegoBaHAa
JIOBOJILHO MOJPOOHO 1151 TIPEeACTaBUTEIE OCHOBHBIX
rpyni: Phylactolaemata, Cyclostomata u Gymnolae-
mata, Bkimogasg Ctenostomata nm Cheilostomata [3, 7,
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10, 11]. 11 BceX MCCIeTOBaHHBIX BUIOB XapaKTepHO
HaJIMYKE LIMPKYMOPAJIbHOTO HEPBHOTO KOJIbIIA, CBSI-
3aHHOTO C KPYITHBIMM MEXIIYITaJIbLEBEIMIA CEPOTO-
HUHA3PTUIECKMMHU IIEpUKAPUSIMU, U OT KOTOPOTO Oe-
PYT HavaJ1o IynajblieBble HepBbl. YHCII0 HIynaiblie-
BBbIX HEPBOB MOXET ObITh Pa3JIMYHO U BapbUpPYeT OT 2
Io 6 y mpencTtaBuTelieil pa3HbIx Tpynn. HaubGomee
CJIOXKHO MHHEPBUPOBAHBI 1IyIajblia y (QUjIakTojIe-
MAaTHBIX Y LIUKJIOCTOMATHBLIX MIITAHOK — B KaXXIOM
LIYITAJIblIe Y HUX IPOXOIUT 6 HEPBHBIX TPAKTOB: Me-
IUO(GPOHTAILHBIN, MeanoadbMpOHTAIbHBIN, mapa
JaTepodpPOHTAILHBIX U Mapa JiaTepoadb@poHTaIb-
HBIX. Y OOJIBIIMHCTBA TOJIOPOTHIX MIIAHOK B KaXKIOM
LIyMajblie MPOXOAUT 4 HEPBHBIX TpaKTa: MEIUOo-
(dpoHTANBHBIN, MeTMOaObMPOHTAILHBIN U TTapa JiaTe-
podpoHTANBEHBIX. M3 TOMOpPOTBEIX MIITAaHOK 2 pasa
MOApPSIA TOJBKO 2 HEPBHBIX TpakTa, MPOXOMSIINX
BIIOJIb BCETO IIynajblia: MeAMO(pPOHTAIbHBIN U Me-
mroadbdpoHTanpHbIN. Kak mokaspBaloT pe3yIbTaThl
HacTosI1Iel padOThI, Apyrasi KTeHOCTOMAaTHasl MIlIaH-
Ka — F hispida — Takxe uMeeT BCero JBa HEepBHBIX
TpaKTa B KaxXIoM Imynajblie. Bo3amoxxHo, Haaudue
JIByX HEPBHBIX TPAKTOB B IyIajbllaX — 3TO OOILIas
yepTa MHHepBaluu ynaien y Ctenostomata. Y apy-
rnx Jododopat — GOPOHUI 1 Opaxnonos — Hanbdo-
Jiee TUIMYHOE YKCJIO IIyHaIbleBbIX HepBOB — 6. Ec-
JIV OTTAJIKABATHCS OT unev MoHodwinu Lophophor-
ata, To yMEHBIIIEeHHe YKCJIa IIyNaJblIeBbIX HEPBHBIX
TPaKTOB y MIIIAHOK CJIeIyeT pacCMaTpuBaTh KaK BTO-
PUYHOE SIBJICHUE.

Oco0eHHOCThIO MHHEepBaMu 1ynanen y F hispi-
da 9BNSIETCS HaIM4YUE BBIPAXXEHHOTO BHEIIHETO
HEPBHOIO KOJIblIa, JAIOIIETO HAYaa0 CEPOTOHMHAP-
rMYECKUM HelipuTaM ab(poOHTATIbHBIX IIIYTaIbLIEBbIX
HepBOB. BHelllHee HEpPBHOE KOJILLIO BIEPBhIC OBLIO
onucaHo y A. gracilis 3], a 3aTeM 0OHapYyKeHO y He-
CKOJIBKUX TIPeACTaBUTENC TUKIOCTOMATHBIX MIIa-
HOK — Crisia eburnea [9] v Cinctipora elegans [10]. He-
00XOIUMO OTMETUTD, UYTO Y BCEX YIIOMSIHYTBIX BUIOB
MIIIAHOK BHEIITHee HepBHOE KOJbIIO HE YYacTBYeT B
WHHEpBALUU IIyIaiell U He CBSI3aHO HU C KaKUMU
LIyITaJIblIeBBIMU HepBaMu. BoJjiee Toro, oHo He naet u
HUKaKUX IPYyrux HepBOB. B 3TOM KOHTeKCTe BHEIII-
Hee HepBHOe KoJbLO F hispida mipencraBisieTcs
CTPYKTYpPOIi Topa3no 6ojiee CIIOKHOM, YeM 3TO CUMTa-
JIOCh paHee IIJIsl IPYTUX BUAOB MIIIAHOK.

CornacHo maHHBIM CpaBHUTEIbHO-aHATOMUYE-
CKOT'0o aHaJin3a BHEIIHEEe HEPBHOE KOJbIIO MIIAHOK
MOXKET OBITH TOMOJIOTM3MPOBAHO CO IIMYHAJIbLIEBHIM
HEPBHBIM KOJIbIIOM (DOPOHUI U HUKHUM Opaxuajib-
HBIM HepBoM Opaxuornon [4, 12]. Uy dopoHun, u 'y
OpaxuoIion 3T HEepBbl YYACTBYIOT B MHHEpPBAIUU
IIyTajer ¥ JaloT Hadajio a0 pOHTAITEHBIM U JIaTePO-
a0(poHTAJILHBIM LIyHadbleBbIM HepBaM. Eciau uc-
XOmuTh U3 uaen MoHodmwimu Lophophorata, To Ha-
JIMYKMe BHEITHEr0 HEPBHOIO KOJIblla, IPUHUMAIOIIEe-
ro yJacTde€ B WHHEpPBAllMU IIyNaJiell, BEepOsITHO,
clienyeT paccMaTpUBaTh KaK aHIECTPaJIbHOE COCTOSI-
HUE, TOrIa KaK peayKIIs BHEITHETO HEPBHOTO KOJIb-
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Puc. 1. UnuepBauus urynaneu y minanku Flustrellidra hispida. (a) — Cxema HepBHBIX TpakTOB johodopa, ocCHOBaHHAsI Ha AaH-
HBIX UMMYHOLIUTOXHUMUYECKOTO OKpaIllMBaHUsI aHTUTEIaMU K CEPOTOHMHY U TUPOHU3MPOBAaHHOMY aJibda-TyOyauny. Yucio
1ynaier yMeHblieHo. (6) — MakcuManbHast Z-TpoeKIIns YeThIpeX C1aiiIoB U3 CTeKa ¢ OpajibHOI CTOPOHBI Tejia. OKpacKa aH-
TUTEJIAMU K CEPOTOHUHY. (B) — MakcuMaibHasi Z-MpoeKKs YeThIpeX CIaiiIoB U3 cTeKa C OpaJIbHOM CTOpOHBI Tesia. OKpacka
aHTUTEJIaMU K TUPOHU3UPOBAaHHOMY alib(a-Tyoynuny. O6o3HaueHus: (afn) — aG(ppoHTaIbHBIN IIyHadblEeBbIi HEPB, (Cg) —
1epeOpabHbBIN raHmni, (fn) — hpOHTANBHBIN LITyNaTbLIEBbIN HEPB, (itn) — MeXIIynaableBblil HepB, (Ico) — HUKHSS 30HA
LIMPKYMOPAJIbHOTO HEPBHOTO KOJIblLIa, (O0gP) — IPYyMIbl BHELIHMUX LIYNAaJbLEBbIX NEepUKapueB, (on) — HapyKHOe HEpBHOE
KOJIbLI0, (0tn) — BHEIIHUE HEPBBI, (UCO) — BEPXHSIS 30HA HUPKYMOPAIbHOTO HEPBHOTO KOJIbLIA.

11a ¥ CBSI3aHHBIX C HUM IIyHaJIblIEBbIX HEPBOB — 3TO
BTOPUYHOE SIBJI€HME, CBSI3aHHOE, BO3MOXHO, C
YMEHBIIIEHUSIMHU pa3MepoB Teia 1 Jododopa. B atom
clIy4yae 3BOJIIOLIMOHHEIE ITpeoOpa3oBaHusI Jododopa
MIIIAHOK MOXHO TPEICTaBUTh KaK CJIETYIOIINII TH-
noTeTudecKkuii psn: (i) aHLeCTpaabHbIIA OTHOCUTEIIb-
HO CJIOXKHBI JIOPOodOP ¢ GOTBIIMM YMCIIOM LIyTaell
M IBYMsI HEPBHBIMU KOJIblIaMU, MAIOIIMMU Hayayio
KPYITHBIM IIyNaJdblEeBbIM HepBaM; (ii) cocTosiHue,
OITMCaHHOE B HacTosIel padote mis F hispida — nanu-
yue NBYX HEPBHBIX KOJIEIl, U3 KOTOPHIX BHEIIIHEE AeT
JIMIIb TOHKWE HEHPUTHI B 1IyIajablia, a BHYTPEHHEE
OCYILECTBJISIET OCHOBHYIO MHHEPBAIMIO IITyITajiell;
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(iii) cocrosiHMe, omnucaHHoe miad A. gracilis,
C. eburnea n C. elegans — Hajinuue BHEIIHETO HEPB-
HOTO KOJIbIIa, HUKaK He CBSI3aHHOTO C MHHepBallneil
mynajuei; (iv) cocTosiHue, xapaKTepHoe IJisi 0OJib-
muHcTBa Cheilostomata, MOJTHOE OTCYTCTBUE
BHEIITHETO HEPBHOTO KOJIbIIa U MHHEpBAIIMS IIyIia-
JIeT] TOJIBKO OT IMPKYMOPATbHOTO HEPBHOTO KOJIBIIA.

C npyroii CTOpOHbI, HAJIMYKE JINIIb ABYX HEPBHBIX
TpakTOB B Inymnaiblax F hispida MOXET CBUIETEIb-
CTBOBAaTh 00 MCXOTHO HEOONBIINX pa3dMepax Jodo-
¢opa, a yBeIMUeHUE YKCIIa LIyTajell, BO3MOXHO, SIB-
JIEHUE BTOPUYHOE, KOTOPOE U IIPUBEJIO K MOSIBIIEHUIO
JIOTIOTHUTEJIBHBIX HEPBHBIX TPAKTOB Y 3TOTO Buaa. B
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TO Xe BpeMsT HaJIMIne BHEITHETO HEPBHOTO KOJbIA Y
MIIIAHOK C OY€Hb HEOOJIBIIM JiohodopoM (A. gracilis,
C. eburnea n C. elegans) cTaBUT 1O COMHEHUE 3TO
TIPEIIoIOKEeHIE.

NCTOYHUK ®NHAHCHPOBAHUA

Pab6ora BeIMOTHeHa mpy (UHAHCOBOW MOMACPKKE
PH® (Ne 18-14-00082).
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PECULIARITIES OF TENTACLES INNERVATION OF Fustrellidra hispida
AND EVOLUTION OF LOPHOPHORE IN Bryozoa

M. A. Isaeva“, 1. A. Kosevich?, and E. N. Temereva**
¢ Lomonosov Moscow State University, Moscow, Russian Federation
#e-mail: temereva@mail.ru
Presented by academician of the RAS V.V. Malakhov

The study of the lophophore organization is of great importance for the reconstruction of lophophorates phy-
logeny and for understanding of evolutionary transformation occurred within each phylum of Lophophorata.
The innervation of the lophophore of ctenostome bryozoan Flustrellidra hispida was studied by immunocy-
tochemistry and confocal laser scanning microscopy. It was shown for the first time that this species has an
outer nerve ring, giving rise to the tentacle nerves. Formerly, the outer nerve ring was described in some cte-
nostomates and cyclostomates, but it has no connection to any nerves. The discovered feature of lophophore
innervation of F hispida allows to suggest the evolutionary transformation from a phoronida-like ancestor
lophophore, bearing prominent outer nerve ring with numerous tentacle nerves emanating from it, to the
complicated bell-shaped lophophore of F hispida with well pronounced outer nervous ring bearing a few ten-
tacle nerves. Next one in this hypothetical row will be the lophophore of the other ctenostomates and some
cyclostomates with an outer nerve ring having no connection to any nerves, and cheilostomates lophophore,

lacking an outer nerve ring at all.

Keywords: Lophophorata, lophophore, nervous system, confocal laser scanning microscopy
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