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dopmupoBaHKe LETOMUYECKON Me3onepMbl y Bilateria MpoMCXOmUT pa3saIMIHBIMU ITyTAMU U UMeeT OOJIbIION
WHTEPEC C MO3ULIMI CPaBHUTENIbHON sMOpuosioruu u dhuioreHuu. B naHHoii pabote MeTogaMu CKaHUPYIO-
1IeH 3IeKTPOHHON MUKPOCKOMUM U LIMTOXMMUU B COYETAHUM C KOH(POKAIBbHOI J1a3epHOI MUKPOCKOMMEH
MoKa3aHbl paHHUE CTaAuu OHTOoreHe3a opaxuononbl Coptothyris grayi. Ha ctanuu racTpysibl ONHOBPEMEHHO 13
TepeaHeil U 3aHel CTEHOK apXeHTepoHa (hopMUPYIOTCs IBa MCTOUHMKA Me3oaepmbl. M mepennuii, u 3anHumii
3a4aTKU 00pa3yroTcs SHTEPOLEIbHO KaK HETIApHbIE BHIMSTYMBAHUSI CTEHKU TIEPBUYHO KUIIIKW, KOTOPBIE BITO-
CJIENCTBUM OT He€ OTLIHYPOBBIBAIOTCS. TakuM oOpa3oM, ObLIM MOATBEPKACHBI paHee M3BECTHbIC TaHHbIE 00
3HTEPOLIebHOM 3aKiIaaKe 1ejoma y opaxuomnon. Kpome Toro, Brepssie 11t Bcero Tuna Brachiopoda mokaszaHo
(opmupoBaHue 11eIOMUYECKOI Me30IePMBbI U3 ABYX 3a4aTKOB: IEPEIHETO U 3aTHETO. AHAJIN3 IUTEPATyPHI MO~
Ka3bIBAET, YTO JIBA MICTOYHUKA LIEJIOMUYECKOI ME30IePMbI XapaKTEPHBbI [IJIs1 OHTOTeHe3a MpecTaBUTeNei pa3-
JIMYHBIX TPYMI MEPBUYHOPOTHIX U BTOPUYHOPOTHIX KUBOTHBIX. DTOT (PaKT MOXET CIYKUTh 10KA3aTEIbCTBOM
paHee MPeIOXKEeHHON TMITOTE3bI O T1e3MoMOpGhUM IBYX MCTOUHMKOB Me3onepMbl 11s1 Bilateria.
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bpaxuononpl — rpyrmna MOpcKux 0€CITO3BOHOYHBIX,
CHCTEeMaTUYeCcKoe TMOJOXKEeHUEe KOTOPOl 10roe Bpemsi
OCTaBaJIOCh CIOPHBIM. B Hacrosiiiee Bpemsi Opaxu-
oronbl BMecTe ¢ (DOpOHUAAMU M MINAHKAMU BXOIST
B cocTaB TakcoHa Spiralia [1], mjist 00JBIIMHCTBA IIpe-
CTaBUTEJIEll KOTOPBIX OMUCAH CXWU3OLEIbHBIN CIIOCO0
(opmupoBaHnus nenoma. Tem He meHee, B 19 u 20 Be-
Kax Ijis1 Opaxuonon ObLI 0OHApYyXXeH SHTEPOLEIbHbBII
CITocOo0 3aKJIamKHu IIeJIOMa, CXOMHBIM C BTOPHMYHOPO-
TBIMU XKUBOTHBIMU [2, 3, 4, 5]. OnHaKo COBpeMEeHHOE
nccaenoBanne [6] mokasano, 4To y Opaxuoron Mpu
(bopMHMpoBaHUU 1IeIOMa HE TPOMCXOAUT BBHIISTUMBA-
HUS SMUTENIUS apXeHEPOHa, a MPOUCXOIUT BbICEIEHHE
TUJIOTHOM MaccChl Me30ApEeMalIbHbIX KJIETOK, KOTOphIE
MyTeM PacXoxXaeHUs1 GOPMUPYIOT LIETOMUUYECKUE T10-
JIOCTU, TAKUM 00pa3oM, HATTOMUHAKOIIUI CXU301Ie/b-
HBI# croco0 3aKIaaKy Liejaoma.

Lleny HacTOsIIE# T PabOTHI — U3YYUTh (hOPMUPOBaA-
Hue Me3onepMbl Opaxuonon Ha npumepe Coptothyris

grayi.
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Marepuajgom 1jig padOThl MOCTYKUJIU B3POCIbIC
ocobu 6paxuononsl Coptothyris grayi (Davidson, 1852),
cobpaHHbIe B 3anuBe BocTok AnmoHckoro Mopsi B paii-
OHE MOpPCKOI Ouojjormyeckoid craHuuu “Bocrtok”
HaluyoHalbHOro Hay4yHOro LEHTpa MOPCKOK OMoso-
run uM. A.B. 2KupmyHckoro JIBO PAH. Ilocneno-
BaTeNIbHBIC CTAOUN PA3BUTUS OBLTHA TONYYSHBI ITyTEM
HMCKYCCTBEHHOTIO OIUIONOTBOpeHus [7], pacciiabiaeHbl
B 3.5% pactBope MgCl2 u 3acdukcupoBaHbl B 4% ma-
pacdopmanbaerune Ha 0.1M dochatHom Oydepe. ToH-
Kast MOP(OJTOTHSI TTOC/IeOBATEIbHBIX CTAIMIT PA3BUTHS
OblIa M3yyeHa METONOM CKAHUPYIOIIEH 37eKTPOHHOM
Mukpockonuu (COM), misg 4ero (puUKCUpOBAHHBIN
MaTepuan OblT 00e3BOKEH B CHUPTaX BOCXOISIIEH
KOHUEHTPAMU U alleTOHE, BBICYIIEH B KPUTUYECKOMN
TOuKe Ha anmapate cyiku Hitachi critical point dryer
HCP-1, cMOHTHpPOBaH Ha CTOJMKU U HaIllbLJIEH TSKe-
JIBIMU MeTasiaMu. [Ipenaparsl n3yyaiu B CKaAHUPYIO-
meM 3JeKTpoHHOM MuKpockorre JEOL JSM-6380LA
B MexxKadeapaabHOI TabopaTOPUM 3IEKTPOHHON MU-
Kpockonun buonornueckoro gaxkynsreta MI'Y. Husa
M3y4eHMsT Ha KOH(MOKAIBHOM JIa3epHOM CKaHUPYIOIIEM
mukpockone (KJICM) 3adukcupoBaHHBIM MaTepuan
oTMbIBaiK B (ocdarHoM Oydepe ¢ 5% Triton-X100,
B TeUeHUM 24 yacoB M 3aTeM MHKYOMpPOBaJIM B PacCTBO-
pe damnouauna Phalloidin-FITC-495 Sigma P5282
(1:100) u DAPI Sigma D9542 (1:1000) B TeyeHue 2 ya-
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COB TIpY KOMHATHOI TeMmIieparype. MaTtepuai ObL1 U3-
Y4eH B JIa3epHOM KOH(oOKalbHOM MUKpocKone Nikon
Eclipse Ti (Tokyo, Japat). Z-npoekiiuu ObLIU CAeTaHbl
B nporpamme Imagel] 1.43; 3D pekoHCTpyKUMU TIO-
CTPOEHHI B IIporpaMme Amira ver. 5.2.2.

Hnst Coptothyris grayi xapakTepHO Hapy»HOE OILIO-
JIOTBOPEHME, BBIXOA U3 SIULIEBBIX 000J0YEK MPOUCXO-
JIUT Ha CTaauU NMo3aHel onactynbl. B Boge mpoucxoqur
racTpy/Isiusl MyTeM MHBarMHauu: popMHUpyeTcs ap-
XEHTEPOH, KOTOPbI CBSI3aH C BHEUIHE Cpeaoil yepes
OKpyIJIbIiA O1acToriop. Yepes 15 yacoB mocrie orioaoT-

BOpeHUsl (4ro) 0JacTornop Ha BEreTaTMBHOM ITOJIOCE
racTpyJjibl YIJUHSIETCS, TaKUM 00pa3oM (opMmupyercs
OuaTepaJbHO CUMMETPUYHAS TTO3HSISI TacTpya, TJIo-
CKOCTb CUMMETPUY KOTOPOIi COBMANaeT C IJIOCKOCThIO
BBITSIHYTOTO OJj1actoriopa (puc. 1, a). Ha aroii ctangun
MepeaHUIl U 3aJHUN yJaCTKU SIUTEIUsI apXeHTEpOHa
(opMUpPYIOT BBHIMISTUMBaHUS, 00pa3ysl NepenHuii 1 3a-
JHUI mHeroMuueckue Mmewku (puc. 1, 6—e¢). Takum
00pa3oM, SHTEPOLIEIbHBIM MyTeM (popMUpYETCS U Te-
penHssi, U 3amaHsAsl Me3onepma. IlepenHuit u 3amHuii
LleHOMI/I‘{GCKI/Iﬁ MEIIOK MMCEIOT I10 ITap€ JaT€paJIbHbIX

Puc.

1. ®opmupoBaHue Me30AepMbl y JMUYMHKUA Opaxuononsl Coptothyris grayi: (a) — MO3[HssT OWIaTepaibHO CUMMe-
TpudHas ractpyna (15 ymo), COM, (6) — bopMupoBaHue MepenHeil Me30IepMbl Ha CTaIuU TO3IHE racTpysibl, YacTU4-
Hast Z-tipoekuus yactu nocie okpacku DAPI, KJICM, (6) — ¢dopmupoBaHue 3amHeil Me30AepMbl Ha CTaauU MO3IHEH ra-
CTPYJibl, yacTuyHas Z-npoexius nocie okpacku DAPI, KJICM, (1) — paHHss TpexjonacTHas JudyuHka (22 uymno), COM,
(0) — Z-npoexiiusi paHHel TpexyionacTHoi auuuHkU nocie okpacku DAPI, KIICM, (e) — Z-nipoekiiusg paHHel Tpexyio-
MaCcTHOM TUYMHKY TTocsie okpacku dhamtonanHom, KIICM.

(al) — royloBHasi JomacThb, (am) — nepeaHsist Me3oaepMa, (ar) — apxeHTepoH, (bl) — 6acronop, (pl) — HoOXHas JionacTb, (pm) —
3aaHsIg Me3onepma, (rml) — 3a4aToK MaHTUIHOM JIOMACTH, CTPEJIKU YKA3bIBAIOT HA MEPEAHIO Me30AepMY, HAKOHEUHUKU

CTPEJIOK YKa3bIBalOT Ha 3aJHIOI0 ME30ICPMY.
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BBIPOCTOB, KOTOpbIE pacrioiiaralorcsi mo 60kKkam oT ap-
xeHTepoHa (puc. 1, 6—e¢). Uepes 22 umno (popmMupyercs
PaHHSSA TpexJIonacTHasl JWYMHKA, KOTOpass COCTOUT
U3 XOPOILIO Ppa3BUTbIX TOJTOBHOM W HOXHOM JIOMACTEM,
MEXIY KOTOPBIMU PACIOIaraeTcs KOJbLEBUIHOE YTOJI-
IIeHNe — 3a4aTOK MaHTUIHOI j1omactu (puc. 1, ).

Ha sroii craguyn nepegHuii LIeJTIOMUYECKUIT MEILIOK
OKa3bIBACTCSI PACTIOJIOKEHHBIM B TOJIOBHOU JIOMIACTHA
JIMYUHKH, a LIEJIOMUYECKUI MEIIOK 3alHel Me3omnep-
Mbl TOAPA3AEsIeTCS Ha JIBE Mapbl MELIKOB, KOTOPbIE
pacriojlaralorcsl Mo 0OKaM OT apXeHTEpOHa B 3a4yaTKe
MaHTUITHOM M HOXHOM Jionactsax. Ilocie aToro 1eno-
MMWYECKUE MEIKM HAYMHAIOT CIMBATHCS MEXIY COOOM,
(hbopmupyst o01IMIi LIETOMUYECKUIA 3aUaTOK, YACTUIHO
noapa3ieJIeHHbI HAa TPY Maphbl LEJOMUYECKUX TOJI0-
creit (puc. 1, 0—e). OnHOBpEMEHHO TTPOUCXOIUT 3aMbl-
KaHue 6JacTonopa OT 3aJHEro KOHIIA K MepeaHeMy.

TakuM o0pa3oMm, IIOJlydeHHBIE PE3YJIbTAaThl ITOMI-
TBepxaatoT naHHble KoBanesckoro, KonknuHa u Ilep-
cuBans [2, 3,4, 5] o HacTos1Iel SHTEPOLIETUU Y Opaxu-
oron. BaxkHo OTMETUTH, YTO TUYMHKN COBPEMEHHBIX
PUHXOHEUTM(GOPMHBIX OpaxyvoIiof JISIUTOTPOMHLIE.
Ilpu »TOM BCe KJIETKU JUUYMHKU OYEHb KpPYITHbIE
¥ 3aII0JIHEHBI XeJITOYHBIMU TpaHyJIaMHU, a MexXmy Oa-
3aJIbHBIMU TIJTACTUHKAMM 3KTOIEPMbI U 3HTOIEPMBI
o4yeHb Majo MecTa. [ToaToMy BHYTpU JTUUYMHOK Opa-
XHOMONI HET OOIIMPHBIX LIEIOMUYECKUX IIOJIOCTEH,
a 3a4aTKU LIEJIOMUYECKUX TOJIOCTEH IpeNacTaBIIsSIIOT
co0oii rpymnmny OJU3KO PACITOJOXEHHBIX KJIETOK, He-
CYIIMX alUKaJIbHbIE PECHUYKM. DTU KJIETKU CBSI3aHbI
aAre3MBHBIMM KOHTAaKTaMM M OKpPYXKEHBI 0a3ajbHOM
mwiactuHkoi. Bepostao, Kapcren Jlorep [6] 3ayat-
KM yXe c(OpMUPOBAHHBIX LIEJIOMUYECKUX TOJIOCTEI
paccMaTpUBaJl KaK IUIOTHYIO Maccy Me30depMaIbHbIX
KJIeTOK. MOXHO MpPenmnojaoXuTh, UTO CXM30LEIbHbIN
crnoco0 3aKJIaaKy 1eJI0Ma IIPOU30IIIe] OT SHTEPOLIEC/Ib-
HOTO M3-3a MaJIOKJIETOYHOCTH 3MOpMOHA M HEXBAaTKU
MecTa MeXAy sHTonepMoit u skToaepmoii. [1pu aTom
y Opaxuorion HabJI0maeTCsI MepexoaHas CTaaus, Koraa
LEJIOMUYECKHE TTOJIOCTU 3aKJIaAbIBalOTCSI B BUIE Kap-
MaHOB apXeHTepOHa, HO MPU 3TOM HacCTOsIas 1ea0-
MUYeCKas MOJOCTh MOSBIISICTCS ITO3XKe IyTeM PacXoxk-
JIEHUSI TUIOTHO COJIMKEHHBIX KJIETOK.

B naHHoi1 paboTe BriepBbIe /11 Opaxuomno/ OIMMCcaHO
(opMupoBaHue nepenHeit u 3anHeit mezonepmbl. Pop-
MMpPOBaHWE ABYX MCTOYHHUKOB ME30IEPMBI OIMCAHO
TaKKe UTS pasHbIX APYTUX TPy OUIaTepaabHO CHM-
METPUYHBIX XMBOTHBIX, TaKUX Kak Spiralia [8, 9 10],
Ecdysozoa [11, 12] u Deuterostomia [13, 14]. Kpome
TOTO, HAJIMUWE TIepeTHEeN 1 3aTHEr0 U TIEPETHETO Me-
30[epMaJIbHbIX 3a4aTKOB TaKXKe OOHAPYKEHO Y APYTUX
npencraBureseil Jogodopar, Hanpumep, y GOpoHUI
[15, 16]. BeposTHO, HajMMuMe IByX MCTOYHUKOB ME30-
JIEPMbI SIBJISIETCSI TUTE3MOMOP(MHBIM TPU3HAKOM IS
Bcex Bilateria [15]. HemaBHO ObLIO IIpeaIIoaoXeHO, YTO
HaJIM4Yre ABYX MCTOYHUKOB ME30AepPMBI TTONTBEPXKIACT
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TUIoTE3y aM(UCTOMUU, B KOTOPOIt (hopMUpOBaHUE pTa
u aHyca Bilateria mpon3011110 MyTeM CIUSIHUS OOKOBBIX
CTOPOH BBITSIHYTOrO ILIEJIEBUIHOIO PTa KHUAAPUOIO-
JOoOHBIX mpenkoB. IlepenHuit M 3agHUIl UCTOYHUKU
Me30IepPMbI CBSI3aHbI C TIEPSIHUM U 3aJHUM KOHLIAMU
KUILIEYHOM TPYOKU U, BEPOSITHO, TIPOU3OLLIN OT KPYy-
roBoii 00J1acTU (hOPMUPOBAHUS ME30IEPMbI paauaib-
HO cuMMeTpuyHOro npenka Bilateria [10, 15]. Hanuuue
y OpaxuoIoa SHTEPOLEIHHOIO CITIOCO0a 3aKJIAAKU 1ie-
JIOMa II03BOJISIET TIPEAIIOI0XUTh, UTO 3Ta IPYIIa K1-
BOTHBIX COXpaHWJa MJIe3nOMOP(HbIE YePThbl, BEPOSIT-
HO, CBOMCTBEHHEBIe 001IeMy npenky Bilateria.
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TWO SOURCES OF MESODERM IN BRACHIOPODS
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In Bilateria, the formation of the coelomic mesoderm occurs in various ways and is of great significance for
comparative embryology and phylogeny. Several early ontogenetic stages were studied in the brachiopod
Coptothyris grayi by scanning electron microscopy and cytochemistry combined with confocal laser microscopy.
Two sources of the mesoderm were observed to form simultaneously from the anterior and posterior walls of
the archenteron at the gastrula stage. Both anterior and posterior rudiments form enterocoely as unpaired
protrusions of the wall of the archenteron and are subsequently separated from it. The findings confirmed the
previous data on enterocoely in brachiopods. Moreover, a dual origin of the coelomic mesoderm from an anterior
and a posterior precursor was for the first time demonstrated for all brachiopods. Analysis of the literature showed
that two sources of the coelomic mesoderm in ontogeny are characteristic of representatives of various groups of
protostomes and deuterostomes. This fact may provide evidence for the earlier hypothesis of plesiomorphy of two

sources of the mesoderm in Bilateria.

Keywords: Lophophorata, Brachiopoda, ontogeny, development, mesoderm, coelom
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