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PaboTra BeImonHeHa Ha kadenpe 3007M0THH 0€CIO3BOHOUYHBIX
buonoruyeckoro ¢axkynsrera MOCKOBCKOTO rocynapCTBEHHOTO
yauBepcuTera uMenu M.B. JlomoHnocoBa.
Hay4Hp1it KOHCYIETaHT JIOKTOp OMOJIOTHYECKHX HayK,
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OdunnansHele ONITOHEHTHL: JOKTOP OHOJIOrHYeCKHX HayK,
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UncrutyT 6nonoruu mopst JIBO PAH;
JOKTOp OHOJIOTHYECKUX HAyK
3e3una Onpra HukonaesHa

HnctutyT okeanonoruu PAH;
JOKTOp OMOJIOrHYECKUX HAYK

bputaes Temup Ananosuu,

HuctuTyT npobieM sKxomoruu

u apomonny uM. A.H. Cesepuosa PAH
Benymax opranmsanus: Cankr-IlerepOyprckuii rocynapcTBeHHBIH
YHHBEPCHUTET.

3anuTa cocToures «27» okraAdpsa 2008 1. B 15 4. 30 muH. Ha 3acena-
HuH auccepranuonHoro coera [l 501.001.20 B Mockogckom rocy-
JIapCTBEHHOM yHHBepcuTeTe uMeHH M.B. JloMoHOCOBa 110 afpecy:
119991, Mocksa, MI'Y umenu M.B. Jlomonocosa, Bronoruyeckuii
tbaxynsrerT.

C muccepranueli MOXXHO 03HAaKOMUTBCS B OibnHoTeKe Bronornyeckoro
daxyasrera MI'Y umenu M.B. JloMoHocoBa.

Astopedepar paszocnan «26» cenrsabps 2008 .
VyeHslt cexperaph

JHCCEPTALMOHHOIO COBETA
KaHOMAAT OHOJIOrHYECKMX HayK bapcosa Jlapuca VBanoBHa



AKTyanbHOCTH TeMbl. QOPOHHUIBI — MOpCKHE OPraHU3MBbl, HMEIOLIHE
BCECBETHOE paclpocTpaHeHe U 0OHapy KeHHBbIE BO BceX aKBaTOpHsx Mupo-
BOTO OKE€aHa 3a UCKIIOUeHHEM aHTapKTHYecKuX upoT. Phoronida — tun
JKMBOTHOTO LIAPCTBA, B COCTAaBE KOTOPOTO HACUMUTHIBAaETCSA BCero 12 BUIOB.
HexkoTopble U3 3THX BUIOB MOTYT JOCTHIATh OTPOMHON YHCIEHHOCTH — [0
94000 ax3./kB.M (Emig, 1982). Kak nokasanu pe3ynsTaThl HalllHX HCCIEN0-
BaHMii, B Mopsix Poccuu obutaer 8 Bunor ¢oponua, kotopsle 06pasyior o6-
LIHpHEIE ToceeHHs B akBaTtopuax YepHoro u Slnonckoro Mopeii (Ckapnaro
u np., 1967; Tapacos, 1978). Uz-3a Gonpmoit uncieHHOCTH (HOPOHUIBI O0-
MUHHPYIOT B HEKOTOPBIX MOPCKHX coobmecTBax (0cO6eHHO Ha MATKUX TPyH-
TaX) U OMpEeHeNIoT UX COCTaB. boJIbIIMHCTBO (OPOHUI HMEET IJIaHKTOT-
POGHBIX THYHHOK, KOTOPBIE KUBYT B IIaHKTOHE 1-3 Mecdua. 3a 3To BpeMs
OHH JOCTHIaIOT GONBLIOH YHCTIEHHOCTH M COCTABIAIOT 3HAYUTENBHYIO IOMI0
MepOIUIaHKTOHa. MHOrOYHCIICHHOCTh (DOPOHUI H MX JIMYUHOK JICJAeT 3Ty
IPYIINY BKHOM [TPH H3y4€HHH COCTaBa JOHHBIX M IUTAHKTOHHBIX COOOIIECTB,
yuere 6uopasHooOpa3ys U NPOBEAECHUH pa3IMYHBIX APYTHX IHAPOOHONIOrH-
YECKHX, DKOJIOTHYECKMX H 3007I0THUecKHX paboT.

®opoHupl UMEIOT HeOOBIYHBII ITaH CTPOEHHS, a caMa IpyIa — Hc-
KJTIOYHTENIEHO HHTEPECHAS C TOUKH 3peHHsi CPABHUTENBHOH aHATOMHH U 3M-
Opuosorun. IIo COBOKYNHOCTH NMPH3HAKOB OHA 3aHHMAET NMPOMEKYTOUHOE
MOJIOKEHHE MEXKAY THITHYHBIMU NepBHUHOpOTHIMHU (Protostomia) U BropHy-
HopotsiMH (Deuterostomia) >kHBOTHEIMH. B cBs3H ¢ 3TUM nonoxkeHue Gopo-
HHJ B CHCTEME KHBOTHOTO LIapCTBa JI0JIroe BpeMs OCTaBAIOCh HEBBIICHEH-
HbIM. BonbmuncTBO HeeneroBareneii commskan GopOHU H BTOPUHHOPOTBIX
’KHUBOTHBIX Ha OCHOBaHHM OpraHU3alMH LEIOMUUECKONH CHCTEMBI H 0cobeH-
HOCTei SMOpUonoriuu. B HEKOTOPHIX KPYIHBIX 300JI0THYECKUX PYKOBOJICTBAaX
¢$OpOHHABI paccMaTPHUBAIOTCA KaK OfHA U3 Haubosiee MPUMUTUBHBIX FPYIIT
Bilateria, n caMo paccMoTpeHHe OuTaTepabHO CHMMETPHYHBIX KMBOTHBIX
HauuHaercs ¢ Goponun (Remane et al., 1975). Hagrunosoii Takcon Lopho-
phorata, kyna BMecTe ¢ GopoHHIAMH BKIIOYAIOT MIIAHOK M 6paxuonon, 1oi-
roe BpeMs paccMaTpUBAJICSA H PacCMaTpHBAETCs HEKOTOPBIMU HMCClIeoBate-
JISIMH 10 cUX mop Kak OasaypHblil cpeny Becex Radiata (Jefferies, 1986; Ax
1989, 2000). OgHako, cOracHO HOBBIM JIAHHEIM, MTOTY4YE€HHBIM COBpEMEH-
HBIMH METOZIaMH MOJIEKYJISIPHOH (rtoreHeTHkH, GOpOHUABI paccMaTpHBa-
IOTCS KaK IpyIina, pOACTBeHHas IEPBHYHOPOTHIM JKHBOTHBIM — aHHEIIHAM,
MoJuTIOCKaM, IwiockuM depssaM (Halanych et al., 1995). Ora Touka 3penus
FIOKa He HaLIa HUKaKWUX MOATBEPKASHHU CO CTOPOHBI KJIACCHYECKOH aHaTo-



MHH 1 3MOPHOIOTHH, TIO3TOMY TOJI0XKeHHe GOPOHHA B CHCTEME JKUBOTHOTO
LIapCTBa TaK M OCTAETCs HEBBISICHEHHBIM, @ Pa3pbiB B MPEACTABICHHAX MOp-
¢oNIoroB U MONEKYIAPHBIX (HIOTEHETUKOB HE TOJIBKO HE YMEHBILAETCS, a
JIULIb YBEJTMYHBACTCA CO BpEeMEHEM.

Ienn n 3apaun necsregosanus. Liensio HacTosmel paOoTH SBIsAETCA pe-
KOHCTPYKLMS MOP(hONOrHH, pa3BUTHS, TAKCOHOMHUECKOM CTPYKTYPHI, IUIaHa
crpoenus H ¢uioreHun Phoronida — oTnensHOIO THIIA 5KHBOTHOTO LIAPCTBa.

B 3agauu ucciegosaHus BXOAUIO:

1.  ocymiecTBUTh MOJHYIO PEKOHCTPYKLIHIO AaHATOMHYECKOM OpraHm3a-
MM B3pOCHbIX PopoHm;

2. ¥BYYMTb YIETPACTPYKTYpPY BCEX TKaHEH U OPTaHOB B3POCIBIX HKHU-
BOTHBIX;

3. uccrnenosaTh SMOpUOHANILHOE pa3BUTHE (POPOHUT;

4. M3Y4MTh aHATOMHYECKYIO OPraHH3alMIO U YJBTPacCTPyKTYpy BceX
TKaHel ¥ OpraHoB y TMYHHOK (POPOHUA, IPHHATIEKAIHUX Pa3HBIM poaam;

5. TpoBeCTH M3yueHHe MeTaMop¢o3a TMYHHOK GOPOHHI U TpocIe-
IUTH CyApOy B MeTamopdo3e OTAENBHBIX OPTaHOB,;

6. COCTaBHTh CHHOIICHC MHPOBOH (hayHBI B3pocibiX (JOPOHHA C MOA-

POOHBIMU OTIMCAHUAMU MOPGHOIOTHHECKUX M AHATOMUHECKUX 0CO0eHHOCTE M
’KMBOTHBIX M3 pa3/IMYHbIX akBaTopHii MupoBoro okeana. COCTaBHTh pacLlIH-
PEHHbIE U JIOTIOTHEHHbIE OMUCAHUS BUAOB M KJIIOY AU UX ONPEACIIECHHUS;

7.  U3y4WTh JIMYHHOYHOE pa3BUTHe (GOPOHUM, a TaK K& MOPQOIOTHIO
M AaHATOMMIO aKTHHOTPOX M3 IIAHKTOHHBIX NP0o0, cOOpaHHBIX B XOJIe DKCIIe-
auuuii HHCTUTYTOB PAH, cocTaBHTH MONHBIE ONMUCAHMS BCEX H3BECTHBIX K
HaCTOSILIIEMY BpPEMEHH JIMYHHOK (DOPOHUI M KITHOY JUIS HX ONPeIeICHHUS;

8.  nHarb oObsicHeHue HeOOBIUHOMY IUTaHy cTpOoeHUs HOPOHUL U nepe-
CMOTpETh (DHIIOrCHETHYECKHUE OTHOIIEHHS 3TOM PYIBl C YYETOM NaHHBIX
MOpP(}OJIOruy U MONEKYIAPHOH (DHIOTE€HETHKH.

Hayunas nopn3na. [IpeqyoxeHa opuruHaabHas cxema Ui OObSCHEHUA
TUIaHA CTPOEHHU QOPOHHUI M HOBas KOHLETILIUA UX QHIIOTeHUH, KOTOpas obbe-
JUHAET TPaAULMOHHEIE B3IAABI CPAaBHUTENBHBIX aHATOMOB M HOBBIE MOJIe-
KYJISIpHEIE JJaHHBIE.

B xone neranbHbIX HecnenoBannii MOpgOIOruH, MUKpPOCKOTTHYECKOH aHa-
TOMHH H YIBTPaCTPyKTYpbl HOpOHUI OOHApYKEHO, YTO IPyINa B LIEJIOM Xa-
paKTepH3yeTCs Ype3BbIMaiiHO MPUMHUTHBHON MOPgOIOrHUECKOH, FTHCTONOTH-
4eCKOH M LIMTONorH4eckoit opranusanueii. Bce TkaHH B CHCTEMBI OpraHoB
JEMOHCTPHPYIOT apXaudHoe CTPOEHHE: MOKPOBHBIH 3nuaepMUc 06pa3oBaH
MOHOLMIHAPHBIMH KIIETKaMH, B KOTOPBIX 6a3aJIbHBIM TEJIOM JKT'yTa SBJAETCS
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OfIHa W3 LICHTPHOJIEH; BCE 3JIEMEHTHI HEPBHOM CUCTEMBI 3aJIETAlOT B TONLIE
MOKPOBHOTO 3MHTEIHA K HMEIOT OPraHH3aLME0 HHTPa3IHAepMabHOrO ILUIeK-
cyca; SHTOlepMaJIbHbIN SMUTENHH JKeylKa U CPefHel KHMIIKH 0Opa3oBaH
STUTENTHAIBHO-MBIICYHBIMH MOHOLIMIHAPHBIMH KIIETKAMH, IOA0OHOE CTPO-
€HHe YHTOJIEPMbI CTAaBUT (POPOHUJ B 0CO0OE MoNokKeH e cpeH Beex Bilateria.
CrpoeHue nonoBoii cucteMs! GOPOHH]I TaK JKe ICMOHCTPHPYET YePThl apXa-
MYHOCTH: MOCTOSHHO CYIIECTBYIOIHX roHa y OPOHH HET, TOJIOBbIE KIIET-
KH Pa3BMBAOTCSA U3 KIETOK LEJIOMUUYECKOH BBICTHIIKH, 00pa3yOLINX CTEHKH
KPOBEHOCHBIX COCY/IOB.

Brniepesie nposenieH Mopho-pyHKIHOHATBHEIN aHATH3 THILEI00EIBATETEHONO
annapata GodpOHUA U BBISABIEH MEXAHH3M Pa3MEPHON Cerperauiy YacTHLI.

Brepssie o6HapyxeHbl U chOPMYIHPOBaHBI HEKOTOPBIE 3aKOHOMEPHOC-
TH SMOPHOHANBHOTO pPa3BUTHS (POPOHMA, TOKA3aH paIHabLHEIN THII Ipo0Jie-
Hus siina. BniepBeie 00Hapy»eHO, YTO 6OpPO3/IBI YETBEPTOrO M IATOrO Aesie-
HHI1 1pOoGNEHUs MPOXOAAT MO-Pa3HOMY B 3aBHCHMOCTH OT THIIA Pa3BUTHS.
Bnepsble 0OHapyxeHO Ba MCTOYHHMKA U [Ba criocoba GopMupoBaHUs LiETo-
MHYeCKOIt Me3oaepMBbl. Bnepeble BbIIEICHO 1BA THIIA MIAHKTOTPO(HBIX JIH-
YHHOK GOPOHM]L, pa3IMYAOIIHXCs OCOOEHHOCTAMH MOPQOIOrHH, aHATOMHH
U Ouonoruu. BelsiBneHa Kope/UTALUsA My THIIOM Pa3BUTHA W THIIOM JIH-
YHHKH.

BrepBble NpoBeieHHOE JETANIbHOE HCCIIEA0BAHUE BCEX CHCTEM OpraHOB
JM4HUHOK (OPOHH] O3BOJIMIIO BBIABHTH PAJ YHHKAIBHBIX YEPT UX OpraHu3a-
LM MOHOLWIHAPHEIE STHUTENTHATBHO-MBILIEYHBIE KJIETKH B IOKPOBaX (B TOM
YHCJIE U B PECHHUUHBIX LIHYPaX) U UEJTOMUUYECKHX BRICTHIIKAX; HAJTHUHeE pa3-
BHTOI KPOBEHOCHO# CHCTEMBI (3TO HeoObIYHas YepTa CTPOEHHs IU1aHKTOH-
HBIX JINYMHOK); HAJTHYHE ABYX THIIOB OPraHH3aLMH HEJIOMHYECKOH CHCTe-
MBI, B TOM YHCJIE TPUMEPHOH CHCTEMBI Y IHUHHOK pona Phoronopsis.

Brepsele uzyden meramophos Phoronopsis harmeri. Bnepsoie ans ¢o-
POHHJ [0KA3aHO BO3HHKHOBEHHE Ne)MHUTHBHBIX Iy IaJIel] U3 TIPOKCHMAIIb-
HBIX KOHLIOB JI'YHHOYHBIX Lifynasel. Briepsbie npociexeHa npeeMcTBeHHOCTb
Mex/ly NMUIEBapUTENbHONH CUCTEMOI B3pOC/IBIX GOPOHHI M UX JNHYHHOK.
Briepsele npocnexeHa cynbba B MeTaMopo3e BbIIAEIUTENbHbIX OPraHoB
¢$hOpoHHUA M NIpEATIOKEHA CXeMa UX pa3BUTHUS B Quioresese. Briepsbie nocTo-
BEPHO YCTAHOBJICHO, YTO JIaTepaJibHble ME3eHTEPHH B MeTaMopdo3e MosBIIs-
I0TCS B pe3y/IbTaTe akTUBHOI Mponudepaluy KIeTOK HEeTOMUYeCKOH BbIC-
TUWIKH TYJOBHILHOrO LenoMa. BriepBhble npeasioxkeHa OpHrHHAJIBHAS cxeMa
(GHIOreHeTUYECKOro pa3sBUTHS JaTePATLHBIX ME3EHTEPHUER U ILIaHa CTpoe-
Hus GOpPOHUI.



HalineHo 1 onxcaHo 2 HOBBIX T HAyKH BHAa GOpOHH (B AOMONTHEHHE K
10 panee u3BecTHbIM). Briepeble HaiieHbl U onucaHbl QOPOHMABI B APKTH-
yeckoM Oacceiine MupoBoro okeaHa, B bepHHroBom Mope, y THXOOKEaHCKO-
ro nobepexpst Kamuarku. 3 Buaga ¢opoHu] BrepBbie 3aperuCTPHPOBAHEI B
Mopsx Poccuu (B rononHeHue x 5 u3BecTHBIM). BriepBhie cocTasieH nos-
HBIii KJTFOY JUTS OTIpeieieHHsl BCeX U3BECTHBIX BUIOB GOPOHHA C YYETOM 0CO-
OeHHOCTEH aHATOMHUYECKOH OopraHuzalunH (OpOHU/ H3 pPa3HBIX aKBaTOpPHii
Muposoro okeaHa.

Brepeeie oncana Mopdonorus ¥ aHaTOMHs JINUMHOK (POPOHMUJ, MOCTO-
SHHO 0OHapy>KHBaeMBIX B IaHkToHe YepHoro Mop4 U 3a1. Tepnienus Oxor-
ckoro Mops. O6Hapy»eHbl paHee HeU3BECTHBIE JIMUNHKH, NPENON0KHUTENb-
HO mpuHaziexaume BunaM Phoronopsis albomaculata w Ph. californica.
Brnepsbie n1s hoporun onucaH ¢eHOMEH TMFaHTCKHUX JIMUMHOK M NpOaHa-
JM3HpOBaHa NpobfeMa ruraHTH3Ma JMYMHOK MOPCKHX XKUBOTHBIX. BriepBeie
noApoOHO OMHCAHBI HOCIIS0BATE/IBHBIE CTaHUH IMYHHOYHOIO Pa3BUTHs TPEX
Haunbolee MaccoBBIX BUIOB (oponunn SnoHckoro mops. Briepseie cocTapnen
KJIIOY U1 oNpeefieHns JHYMHOK ¢opoHu. BriepBbie B Ka4eCTBE POAOBOTO
OTpeIeIMTENFHOTO MPU3HAKA MPELTOKEHO UCTIONB30BaTh GopMy NpeapoTo-
BOTO LICJIOMA.

Ha 3amuTy BBIHOCATCH CJISAYIONIHE MOJI0KEHHS.

Hosele npencrapnesys o miaHe CTPOCHHS, MOPQOIOrHUECKOH, THCTOO-
T'MY€CKOM U LIUTONIOrHYECKOit opraHu3aliu GopoHua.

Hosble npeacraeneHus o Tumne SMOPHOHANBHOTO pa3BUTHA (GOPOHHL.

[TonubIit cHOTICHC MHPOBOH (hayHBI GOPOHH] C OMMCAHHEM BCEX BUIOB
U KJIto4ei 1A onpeaesieHus B3pOCHBIX H JIMHHHOK.

Hosrie npencraBnenus o miane crpoeHus Lophophorata kak osiuromep-
HBIX (@ He apXUMEPHBIX) )KMBOTHBIX U UX TTojtoxkeHHH cpenu Lophotrochozoa

Anpo6anust paGoTs! 0 myGauKaunu. Pe3ynsraTel paboThl JOT0XKEHBI Ha
11 BeepoccuiickoM cummosuyMe «DKONOTHUYECKHE TIPOOIEMbI OHTOTEHE3ay,
Mocksa, 2000 r.; Ha koHpepeHuun beoMopckoit GHONOrHYECKOi CTaHLMK B
2000 r.; Ha Hay4HBIX koIOKBHYMax MHCTHTYyTa GHomorun Mops B JIBO PAH
1999-2005 rr.; na FO6uneiinoii koudepeHuuu namary A.B. sanosa «Ilpo-
OreMbl 3BOMOLIMOHHOI Mopdonoruu xkuBoTHeIX» 3UH PAH; na 7-M Mex-
. nyHaponmHoM cumnosuyme «Larval Biology» B 2006 . B I. Coos Bay (Ope-
roH, CIIIA); Ha yrenusax namsatu B.JI. Barnna «Mopckas 300510TH U napa-
3UTONOTHA: MOUCKH U OTKPBITUA» B KazaHCKOM rocynapcTBeHHOM YHHBEPCH-
tete B 2007 r.; Ha 3aceaHuAX kadeaphl 300510ruu 6eCro3BOHOYHBIX bHono-
rudeckoro dakynsrera MI'Y umenu M.B. JlomoHocosa.
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ITo Teme aucceprauuu omyOnukoBaHbl 32 paboTel (U3 HUX 28 cTareii B
peLICH3HPYEMBIX JKypHAJIax).

Crpykrypa n o0bem pabothl. JJucceprauus NnpeacTaBiaseT pyKONUCh B
2-x ToMax. ITepBhlii TOM CONEPKHUT TEKCT OCHOBHOH YacTU M NMPHIOKEHHS,
BTOpPOH — WITIOCTpaLMH K OCHOBHOM 4acTH M NpUIOKEeHHI0. TekcT 0CHOB-
HOH 4acTH COCTOMT W3 BBEIEHUS, 7 INaB, BHIBOJOB H CITUCKA JIUTEPATYPEL.
Crcok Jiuteparypsl Bkmodaet 401 Hazpanue, U3 koTopbix 342 Ha MHOCT-
paHHBIX A3blkaX. Tom nepabiit conepsxur 514 cTp., ToM BTOpoit — 287 ¢Tp.

BnaroaapnocTtu. ABTOp BRIpaskaeT niy0oKyo 61aroapHoCTh Hay4HOMY
KOHCYJIBTaHTy riybokoyBaxcaemoMy Manaxosy Biagumupy Bacunnesudy, a
TaK)KE MHOFOYHCJIEHHBIM KOJUIEraM U JIpy3bsM, OKa3aBIIHM IIOMOIIH B ITOJTY-
YE€HHH HAay4HOIO MaTepHaa, JIMTEPATyphl, IEHHBIX COBETOB, XOPOLIEro Ha-
crpoenus v 6oesoro Hactpos: I0muHy B.B., UepHbiuesy A.B., Pajamesc-
xomy B.H., Anpuanosy A.B., Muxaiinosy K.I', Pycuny JI, Opuenxo O.,
Macnaxosoii C., Yuxuno#t M., Cno6onosy C., epxasuny ., ConosseBy
K., P. 3ummepy, C. Canrarare, K. OMury u ap. AeTop m1y0oko npusHaTeneH
coTpyAHHKaM Kadenapsl 3oonoruu 6ecno3poHouHbIX bruonoruyeckoro daxyis-
tera MI'Y umenu M.B. JlomoHocoBa u naboparopuu smOpuosnoruu Huctu-
TyTa 6nonoruu mops JIBO PAH. Ocofyto 6naronapHOCTh aBTOp BbIpaKaeT
I"'H. Jasunosuuy, A.I. boraaHoBy 1 BceM COTpYAHHKAM MekkadeapanbHoOi
J1abopaTopuy 3MeKTpoHHO# MUKpockon MI'Y uMenn M.B. JTomoHocoBa.

IJTIABA 1. UCTOPUA U3YYEHUS POPOHHU

B rnase nogpobHO paccMOTpPEHBI OCHOBHbIE 3Talbl H3Y4YeHHs CTPOECHHUS,
Pa3BUTHA U TAKCOHOMHH GOpPOHHI.

IJIABA 2. MATEPUAJI U METOIbI

Marepuanom s paboTsl MOCTYKUNH B3pOCIble GOpoHUas! § BUIOB 13
pasnuYHBIX paiioHoB Muposoro okeaHa: Phoronis ovalis, P. ijimai, P. hippo-
crepia, P. psammophila, P. australis, P. svetlanae, Phoronopsis harmeri, Ph.
malakhovi, cobpaHHbIE aBTOPOM JIMYHO, a TAaK:Ke OTOOPAHHBIE B KOJUIEKIUAX
UHCTUTYTOB Poccuiickoii akazeMuu Hayk. Bee hopoHHIBI U3 pa3HbIX MecT
o0HTaHus H3YYeHbl IPH HOMOLIH THCTONOrHYEeCKUX METOIOB (BCEro Mmojyye-
Ho okono 140 cepuii nonepeyHsIX, 3 CEPUH CATHTTAJIBHBIX U 2 cepuH (poH-
TAJTLHBIX CPE3OB).



Touxas MOphONOrUs pa3IMYHBIX YYACTKOB Tejla ¥ TPYOKH HCCeloBaHa
Ha npumepe P, ijimai, P. hippocrepia, Ph. harmeri MeTonaMu CKaHHpyoLeH
anekTpoHHOM MuKpockorud (COM). ToHKoe cTpoeHHe BCEX CHCTEM opra-
HOB HCCJIEIOBAHO METOAAMH TPAHCMHUCCHOHHOM 3MEKTPOHHON MUKPOCKOITHH
(TOM) Ha npumepe Ph. harmeri. PazBuTie H3yyeHO Ha NPUMEPE [BYX BHIOB
P, ijimai v Ph. harmeri.

Marepuasnom it paboTel TakKe MOCHYKUIH JTMYHMHKH 9 BHAOB $opo-
HUJ, BRIPAlLIEHHbIE U3 OTUIONOTBOPEHHBIX ML ¥ OTOOpaHHBIE U3 TUIAHKTOH-
HBIX TIpO0, B3ATHIX W3 Pa3IHYHBIX aKBaTOPUH. Bce JIMUMHKH HCCIENOBaHBI
THCTOJIOTHYE€CKHMH METOAaMH (BCETO MOJIyHYeHO 15 carutTanbsHbix, 20 none-
peuHbIX U 6 (ppOHTANEHBIX cepuii cpe3os). ToHkas mopdonorus MeTonamu
COM usyueHa y TUYMHOK 5 BUAOB. TOHKOE CTpOEHHE BCEX CHCTEM OpPraHoB
u3yueHo Ha A. vancouverensis, A. sp., A. harmeri. TUCTOXHMHYECKUMH Me-
TogaMH (J1s BEIABIIEHUS 0OI1(eil aHATOMHUH MBILIEYHOTO arapara) ¢ IpuMe-
HEHHeM J1a3epHOM KOH(POKATBHOM MHKPOCKOIMH MCCNEAOBAHBI INUHHKU P,
ijimai u Ph. harmeri. Meramopdo3 dopoHun u3ydeH Ha npumepe Ph. harmeri.

IJIABA 3. MOP®OJIOI'UA, AHATOMMA],
YIABTPACTPYKTYPA B3POCJIBIX ®OPOHHU/L

3.1. TpyOxa i mopdosorusa markoro Tejaa. GopoHuab! 06pasyroT Jse
SKOJIOTMYECKHE IPYIIBI: O0HTaroIMe B MArKoM cydcrpare (puc. 1A) u cep-
jsitgre popoHUAB!, O0MTAOIIME B KAMHAX U PakOBHHAX MOJUIIOCKOB (pHC.
1B). Tpy6ku ¢oponnn cocrosaT u3 Tpex cioes (puc. 1B) n o6pazosansl Kuc-
JBIMH MYKOTIONHCAXAPUAAMH, OCHOBHBIMHU CYb(OMYKONONUCAXapuaaMu U
Genkamu. Briepsble noka3zaHo, YTo CJIOH TPYOKH COCTOAT M3 TOHKHX cyOcio-
eB (cc) (puc. 1B), kaxaplii U3 KOTOPBIX 0Opa30BaH CETUATBIM MEPErLIETEHH-
eM ToHKHX ¢pubpuiL1. ToHKoe cTpoeHHe TPYOOK GOpOHHA 3HAYUTENBHO IIPO-
1Ie, YeM Y NPYTHX TYOHUKOJBHBIX JKHBOTHBIX (HAanpumep, MOMUXET U BECTH-
meHTH]pep). TpyOkn GOpoHUI HMEIOT HE KOHUYECKYIO, 4 LIMIHHPUYECKYIO
dopMy, M Haxke clierka pacIlMpeHbl Ha 3aJHeM KoHue. MoxHo npearnosno-
>KUTb, YTO B Mpoliecce pocTa GOPOHHABI CIOCOOHBI YaCTHYHO PacTBOPATL H
3aHOBO BBIAE/IATH MaTepHaJl 33J(HEro yuacTKa TpyOKku. PasMepsl Tena 2KUBOT-
HBIX BapbHpyioT OT 1 1o 50 cM B minHY. Msrkoe Teno KUBOTHBIX MOXET
OBITh IMOAPA3/IEIICHO Ha YUaCTKU, pa3iHyaloluecs 0coOeHHOCTAMU Mopdo-
JIOTUU: TiepeaHuii (IIKT), Hecyuii Jododop co mynanpuamH (L), nepeHui
TYIOBHLUHBIH (IITY), 3aIHHI TyIOBHIIHEIH (3Ty) u ammyiy (am) (puc. 11).



3.2. Jlododop n mynajabua. BelneneHo 1Ba HOBBIX THINA OpraHUM3aluu
nodogopa: nepexoaHbIH MEXK Y 0BaJILHBIM H TOAKOBOOOPA3HEIM U llepeXo/l-
HBII MEXKIY MOIKOBOOOPasHbIM U CIIHPAJIbHEIM. DBOFOLIMOHHOE YC/IOKHE-
Hue Jododopa GopoHHA KOPPEJIHPYET C pa3MEpPaMH CaMHX OpraHusMoB. C
YBEJNNHEHHEM Pa3MepOoB KMBOTHOTO J10(odop yCI0XKHSIETCS OT OBAJILHOTO K
H0AKOBOOOpazHOMY, Jajiee K CIMpaibHOMY M XeJlHKoujalbHOMY. Bnepsrie
BBIAENEHO /1Ba THIIA OpraHu3auuy Lynatel y GOpoHH/, pa3lInyaronuecs
dopmoii ONEPEUHOro CeUYEHHs, PACIIONOKEHUEM NaTepaIbHBIX 30H U HAITM-
ugeM (OTCYTCTBHEM) NMPOMEXKYTOUHOH 30HBI. AHAJIM3 CTPOEHHS LIynanel 1
opranusauu Jododopa B LEIOM MO3BOISAET NMPEATOKUTH OPUTHHAIBHYIO
cxeMy MeXaHu3Ma QUIBTpaUHH y GOPOHHI M cerperauu 4actui. GopoHu-
Jpl, Kak 1 apyrue Lophophorata oTHocsaTes K rpynme «upstreamy ¢buibsTpa-
topoB. [loToku Bomb! ycTpeMsioTes cBepXy BHYTpb nododopa u BeIXOAST
HapyKy B MPOMEXYTKax MEXAy Iynausuamu (puc. 2A). Huxauil npeaen
pasmepa 3a/iepAKHBaeMbIX J10G0GopoM YacTHIl ONpenesseTCs pacCTOSHUEM
MeXIy J1arepo-¢ppOHTANBEHBIMH pecHUUKaMH (puc. 2B) u cocraenser y do-
ponun oxoino I MxM. Bonee kpynHsle yacTu1pl iepeHocaTcs GpOHTAIBEHEIMH
pecHUYKaMHM K 0CHOBaHHIO Iynasien (puc. 2B). Bepxuuit npexen pasmepos
YaCTHL, IIPUTOHBIX K NHIUE, PETYJIHPYETCA paCCTOAHUEM MEXIY SIMHCTOM-
HOH CKJIAAKOH M HapYKHBIM psioM wynanel (puc. 2B). B nuuesotii sxeno-
00K M Janee B pOT MONanaioT YacTHIp! MeHbite 10-12 Mxm. Boree kpynHsie
YaCTHULIBl HAKAILTMBAIOTCS B IPOCTPAHCTBE MEXKIY BHYTPEHHHM KPYIOM IILy-
najel ¥ Hapy>KHOH NOBEPXHOCTBIO IMHCTOMHOM CKJIaAKH U BBIBOAATCS M3
J10¢odopa B IpOMENYTKE MEKIY LIyTaTbLAMK HA JOPCANIbHOI CTOPOHE 3ITH-
croma (puc. 2I'). B perynupoBanuu npouecca GWIBTPalMH BaXKHYIO POIb
HrpaeT MHAUBHIYabHAs MOABIKHOCTS Iynasel Jododopa, kotopas obec-
NeYHUBAETCS Pa3sBUTON MYCKy/aTypoll liesoMUueckoi BRICTHIKH M Goraroit
nHHepBauyeil. OCHOBHBIMY NaONILHBIMA ONOPHBIMH CTPYKTYpaMH BHYTPHU
L{yHaJel SB/IAI0TCA CJIENBIE KPOBEHOCHBIE COCY/BI, TYProp KOTOPBIX MOAAEP-
JKMBAETCSI COKPAIlEeHHEM MYCKYNIAaTyphbl COCYAHCTON CTEHKH.

3.3. Inupepmuc. DopoHUIH XapaKTepU3YIOTCA COXPaHEHHEM OTHOTO U3
HanboJee apXaHYHbIX BAPHAHTOB OPraHU3aIMH SMHIEPMHICA CPed TPEXCIION-
HBIX KUBOTHBIX — 3TO OJHOCJIOHHBIH MOHOLMIMAPHBIH MHKPOBUIISPHBIN
snuaepMuc (pHc. 3A). MHKpOBOpCHHKH 3MHAEpMHCA TOTPYKEHbI B CJI0H TOH-
KOBOJIOKHHCTOH ITPOTOKYTHKYJIBI, 3aCeJIeHHOH 3MUCUMOMOTHYECKUMH OakTe-
pusmu (puc. 3B). TTomnMo GopoHHA Takoi THIT OpraHU3aluH MTOKPOBOR BCTpe-
yaeTcs y Opaxuorios1, moJryXopaoBbIX, HIMOKOKHX. HaMu Brieprrie oGHapy»xe-



|

Puc. 1. ®oponuzsl, obuTaromye B MArkoM rpyute (A, I — Phoronopsis harmeri, B —
Phoronis hippocrepia) u B Tome pakoBiH Mosutiockos (b — Phoronis ijimai). A, b,
I' — dotorpaduu ¢ KMBBIX )XMBOTHBIX. B — TIONepeuHsbli cpe3 uepe3 mepeaHnit
TYJOBULIHBIN YJaCTOK.
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HO, 4TO Ha MPOTSHKEHHH TYJIOBULIHOTO OTAe1a B AUepMHce GOPOHHI MOXKET
OBITH BBIIETICHO TPH 30HBI, OTIHYAIOLIHXCS HUTHYHEM WIH OTCYTCTBHEM KTY-
THKOB, 3aCEJIEHHOCTbIO DaKTepHAMH U pacripeieIeHHEM JKeTEe3UCTBIX KIIETOK.

3.4. HepBHan cucrema. HepBHast cucrema GOpoHUA NpeACTaBIsAET CO-
Goii onuH U3 HanboNee APKUX MPUMEPOB TUIEKCYCHOTO THIA OPraHW3aLuH
HepBHOro annapara. Y GOpOHH HET HU HEPBHBIX TaHIJIMEB, HU HACTOSLINX
HepBHBIX cTBOOB. CoXpaHeHHe HEPBHOTO IUleKkcyca y GOpOHUT OTpaxaer
OOLLYIO TPUMUTHBHOCTb TKAHEBOI OPraHU3allH 3THX >KHBOTHBIX. B TO ke
BpeMst He clieflyeT CUNTATh, YTO IUIEKCYCHBIH YPOBEHb OpraHN3allii HepBHOH
cucTeMbl 0053aTeNbHO CBUAETENBCTBYET O OONBIION MPUMHUTHUBHOCTH TOH
IpyInbl )KUBOTHBIX, Y KOTOPOii OH npucytcTByeT. Kpome opoHua MommHoe
pa3sBUTHE HEPBHOTO IUIEKCYca B IOKPOBAX (NpaBa, Hapsay ¢ HEPBHBIMH CTBO-
JlaMHU Y FaHIIMSMH) XapaKTepHO I TIONYyXOpAOBBIX, UIMIOKOKHX, PECHHY-
HbIX YepBeii, HeMepTHH, MosuTiockoB (bexnemuuies, 1964; Bullock, Horridge,
1965). Bece aTH rpyIinel XapakTepU3ylOTcs OTCYTCTBHEM KYTHKYIIbI (32 Hc-
KJIIOYEHHEM TOHKOHU POTOKYTHKYJIbI) U COXPAaHEHHEM PECHHYHOIO HITH KI'y-
THKOBOTO THIa 3rHaepMuca. Takoif THIT OpraHH3alyd MOKPOBOB MO3BOJISAET
CEeHCOpPHOH MH(GOpMalUH U3 BHELHEH cpebl OecnpenITCTBEHHO NOCTYIaTh
K 4yBCTBYIOLINM 37I€MEHTaM HepBHOH CHCTeMbI. BOT moyeMy B HEpBHOM IUTEK-
cyce (OPOHHA U APYrHX OPraHU3MOB C IUIEKCYCHOH HEpBHOM cHCTEMOI Tak
MHOIO YyBCTBHTENBHBIX U aCCOLMAaTUBHAIX HEHPOHOB B NOKpoBax. Toncras
MUKPOBWUIAPHAsA KyTHKYJa aHHENU H ONM3KUX IPynn (HanpuMmep, CUIMyH-
KYJIH]T) Y3Ke TPeACTaBseT co00ii HEKOTOpOoe NPENATCTBHE TS IOCTYIUICHHS
CEHCOPHBIX UMITYNBCOB U B COOTBETCTRUM C 3THM HEPBHBIH IUIEKCYC B I10-
KpOBaxX aHHENMJ pa3BHT ciiabee, 4eM Y HEMEPTHH HIIM PECHHYHBIX YepBei
(Bullok, Horrige, 1965). leranbHblii aHaM3 opraHu3auuy neprdeprnyeckoit
HEpBHOH CHCTEMBI Y aHHEIH]] HOKa3bIBAET €€ CYIIECTBEHHbIE OTIIHYHA OT
HepBHOH cucTembl Goponun (Jlaryrenko, 1985, 1996, 1997, 1998, 2002).
CaMele cnieunanu3upoBaHHbIe OKPOBBI XapaKTEPHBI Ul MpelcTaBUTeIeH
FPYIIbI 3KAH3030MHBIX KUBOTHBIX (Ecdysozoa), UMeIoIuX TOJICTYI0 KyTH-
KyJly HEMUKPOBWUILIPHOIO THIIA, KOTOpas B OOJIBIIMHCTBE CIy4aeB colep-
KUT XUTUH. IlocTynnennue ceHcopHoil HHOpMaUH Yepes3 TaKYI0 KyTHKYTY
NPaKTHYECKH HEBO3MOXHO. [TOKpOBBI 3K/113030a, KaK NMPaBUIIO, JIHILIEHBI CBO-
O0MHBIX HEPBHBIX OKOHYAHHUI1, HEPBHBI MIEKCYC B MIOKPOBaX (3a UCKIIIOUE-
HHEM CICLHAIM3UPOBAHHBIX YYaCTKOB) BOOOLIE OTCYTCTBYET.

Hanuuue IuiekCycHO#H HepBHOM CHCTeMBl BOBCE He MCKIIOYaeT onpene-
J€HHOM CTPYKTYpHOI A1 pepeHIMPOBKY, a TAKXKE MOABICHHUS COBEPILCH-
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Puc. 2. Cxema NpenoNoKXUTENLHOr0 MeXaHN3Ma GUIBTPALMH U CETPeraluu MHILe-

BHIX Yactull y doponun, A, b — ua wrynansuax. B, I’ — sOnw3u snuctoma, I —

CTPEIKaMHu MOKa3aHO ABIDKCHUE KPYITHBIX HECHheHOOHBIX YaCTHII Ha L[OpC&JIbHOﬁ CTO~

POHE 311MCTOMA.
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7M. BOPOHKHU Hedpunus Phoronopsis harmeri. O603Ha4eHus: 6 — GakTepus, oM —
0a3abHBIA MaTPHUKC, KIB — KJICTKH EJIOMUYECKOM BHICTUIIKHU, K3%K — KJIETKH J11HU-
TeNUs KEMYIKa, IPK — MPOTOKYTUKYIa. HakoHeUHHKaMHU yKa3aHbl MUO(IAMEHTEI.
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HBIX M BBICOKOCHELHATH3HPOBAHHEBIX JIEMEHTOB cTpoeHus. CTpyKTypupo-
BaHHOCTBL HEPBHOT'O IUIEKCYca HOPOHH]I BHIpAXKAETCS, HAMIPHMEP, B €ro sApyc-
HO# opranmzaupH (puc. 4A). Hamu Briepeeie 0OHapy»KeHO, 4TO IIUTOApXH-
TEKTOHHKA JOPCATIBHOIO H KOJBLIEBOI0 HEPBHBIX CIUIETEHHI CXO/IHA C TaKo-
BOH 3MHTENHAIBHOTO HEPBHOTO IJIEKCYCA M XapaKTepU3yeTCs ApyCHBIM pac-
TIOJIO’KEHUEM HJIEMEHTOB B anMKaipHO-Da3anbHOM HanpasieHun. K 6azans-
HOM IUIaCTHHKE TIPAJIENAT OTPOCTKHA HEPBHHIX KIIETOK, 00pasylolue Moli-
HBIH Hefiponuns (puc. 4A). Han HeliporniuieM pacnonaraiorcs Tena [IIHeno-
JOOHBIX KIIETOK, CIEAYIONHi psax 0Opa3yloT Tela HEpBHBIX KJIETOK, HaJl KO-
TOPBIMH CMBIKAfOTCS PACUIHPEHHBIE alIHKAJIbHBIE YaCTH MOMAIEP>KHBAOLIHX
KJIETOK snuaepmuca. Bes ata cinouctas cTpykTypa npoHn3asa 6a3anbsHpIMA
OTPOCTKAaMH NOIIEPKUBAIOILHX KJIETOK, B KOTOPBIX NPOXOAAT TOHO(pHIaMeH-
THI (puc. 4A). Bonee Toro, B HepBHOH cHcTeMe (POPOHHU/ CYLIECTRYIOT TAKHE
BBICOKOCMELIHAJIN3HPOBAHHbIE YEPTHI, KaK, HAIPHMeEP, THTaHTCKHE HEPBHBIE
BOJIOKHA. [TonoOHblE crelyanu3alyi BCTPEYAlOTCS y KUBOTHBIX C OYEeHb
BBICOKMM YpOoBHEM Mopdonorudeckoi aAuddepeHInpOBKY HEPBHOM CHCTe-
MBI, HalIpUMep, Y TOJIOBOHOTHX MOJUTIOCKOB.

3.5. BazaapHblii MaTpuke. DOpOHUIBI XapAKTEPU3YIOTCS OTHOCHTEIb-
HO MOIIHBIM pa3BUTHEM 0a3abHOTO MaTpPHKCa MeXIy MUACPMAIBHBIM H
Me30/1epMaJIbHEIM (LIEJIOMHYECKHM) SMHTEHAMH. B ero coctas BxoauT oc-
HOBHO€ BELIECTBO, KOTOPOE 3aceIseTCs COeANHUTENILHO-TKAHHBIMH KIIETKA-
mHu. CTpoeHue 6a3a1bHOTO MaTpHKCa GOPOHHA HMEET YepThl KOHBEPIreHTHO-
IO CXOJICTBA C XPALLENOAOOHBIMHU CTPYKTYpPaMH APYTHX O€CIIO3BOHOUHBIX H €
HACTOSILIHM XPSIIOM ITO3BOHOYHBIX JKHBOTHBIX.

3.6. Myckyaarypa crenkn tena. O6HapykeHo, yto MycKynarypa dopo-
HUJ XapakTepusyeTrcs pernoHansHol nuddepeHunporkoi. Myckynarypa B
nepeiHeM TYJIOBUIIHOM y4acTKe Tena o0pa3yeT pelieTKy, B KOTopoii 6azaiib-
HBI€ OTPOCTKH KJIETOK MPOJOIBHON MYCKY/IaTyphl IIPOXOIAT MEXIY KiIeTKa-
MH KOJIBLIEBOM MYCKYJIaTypbl H KpeIsiTCs IPH IOMOIH FEMHIECMOCOM K Oa-
3anpHOU rnactuHke (puc. 4b). B cBoio ouepens, KIETKH KOIBLEBOH MYCKY-
JaTypbl 06pasyIoT SAPOCOEpIKaIIHe IUTOILIA3MaTHYeCKHE BBIPOCTHI, KOTO-
pble BXOAAT B OCHOBAHHS JIEHT NPOJOJIBHOH MYCKYJIaTypbl WIN BAAIOTCS B
TIOJIOCTD TYJIOBUILHOTO 1ienioMa (puc. 4b). B ammyne nmeeT mecTo uHBEpeHA
CJIOE€B NPOAOIBLHOM H KOJIBLEBOH MyCKyIaTyphI.

Myckynarypa cTeHku Tena GopoHUA npeacrasnser codoil Npou3BogHOE
LEJIOMUYECKOH BHICTUIIKH M COXpaHAET YEPTHI IPUMUTHBHOTO MHODIIHUTENHS.
MeinieyHble KNETKH (GOpPOHUI HECYT anuKalbHBle KryTHKH (puc. 4B), uro
NOAYEpKHBaeT UX JMHUTENHATIBHYIO npupoay. CBoeoOpa3Hylo NepbeBUAHYIO
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Puc. 4. Cxembl TOHKOI OpraHU3alMK KOJbLIEBOTO HEPBHOTO CIUIETeHHs (A— pekoH-
CTPYKLUA N0 JaHHBIM TOM), CTpOeHUSA MBIIIEYHOU PEIIETKH B IEPEIHEM TYIOBHUII-
HOM y4acTke Tena (b), B3auMHOr0O pactonoXeHUs LeJTOMUYECKHX KOMIIAPTMEHTOB
Ha carutTansHoM cpese (B). I' — TpexmepHas peKOHCTPYKIMSA KpOBEHOCHOMU CHCTE-
MBI (BMJI Ha )KHBOTHOE C OpajlbHON CTOPOHEI). [ — cxema nonapasneneHus NuieBa-
PUTENBHOTO TPAKTA Ha OTJIEJIbL.



MycKynaTypy (OpoHHI MOXKHO TPAKTOBATh KaK CKJIaJiKH CIUTOLIHOTO MBIIIIEY-
HOTO CJIOfl, KOTOPbIe BOHHKAIOT JJIs1 YBEJIMYESHHUS ero IUIoWaaH 1, ClieJoBa-
TEJIEHO, — MOUIHOCTH COKpaiueHus. [loqo6Hoe cTpoeHne MyCKyaaTypbl MO-
JKET BO3HUKATh U Y JAPYTHX TyOUKOJBHBIX KMBOTHBIX (HAalpHMep, Y CelleH-
TaPHBIX aHHENHA). DTO CXOACTBO CEAYET pACCMATPHBATh JakKe HE Kak na-
pajuienu3M, a KaKk KOHBEPreHIHIO, TOCKONbKY IJIaBHAs OCh TeJia GOpoHHT He
rOMOJIOTHYHa Nepe/iHe-3aHell OCH Tena aHHeJIMA U Apyrux Bilateria.

3.7. Ilesiom. IIpopeneHnbie B xoye Hactoslued paboTEl OpUrHHANIBHEIE
HCCIIEN0BaHHs NIO3BOJIAIOT HAJIEXKHO MOKa3aTh, YTO B3POCIbIE GOPOHHABI 00-
JlaaroT apxumepHel 1iesoMa, KOTOpbIi pa3aesieH Ha TpH oTAena (He cerMeH-
Ta!): HeGONBIIOH, HO IBCTBEHHO BHIPKEHHEIH 1 OrpaHUYEHHBII MHOUTE-
JIMaNbHOM BHICTMNIKONM HENapHBIN LeOM 3MUCTOMA, IYNanbLUEBbId HeJI0M H
ob1MpHBIA TynoBHIIHBIA HenoM (puc. 4B). OcobeHHOCTBIO OpraHU3alny
TYNOBUILHOTO LIENOMa SIBJIAETCS HajlWide B HEM HE TOJBKO MPOM3BOIHBIX
JIOPCO-BEHTPAJILHOTO Me3eHTepHs (OpaJIbHBIH, aHAIBHBIH H HHTEPHHTECTH-
HaIlbHBIH), HO U JIaTepaJIbHBIX ME3EHTEPHUER — MPABOTO U JIEBOTO.

AHanmu3 aHaTOMH4eCKO# Opranu3aiyyl GOpOHU/ B CONOCTABICHHUH C OCO-
GeHHOCTAMHU MeTaMop(03a INIHHOK MO3BOJISET NPEUIOKHTh OPHTHHAIBHYO
THIIOTE3y [POUCXOKICHHSI JIaTepaIbHBIX Me3€HTepHEB (POPOHHUN, TPAKTYIO-
LIYFO TY/JIOBHIIHBIN LIEJIOM KaK COCTOALLMH U3 2-X cerMeHTOoB (roapobHee cM.
masy 7).

B xoze HccenoBanHil J0Ka3aHO, YTO BBICTHIIKA MONOCTH Tea POPOHHA
(xax co CTOpOHBI COMATOILIEBPBI, TaK U CO CTOPOHBI CILIAHXHOIUICBPHI) Ipe-
CTaBJIeHa MOHOLWIUAPHBIMH 3ITUTETHATBHO-MbILIEYHbIMHU KiIeTKaMH. [Tono6-
HOe CTPOEHHE CTEHKH LIeJIOMa CIIeyeT paccMaTPUBaTh, KaKk apXaHyHYIo 0CO-
OeHHOCTh opranu3auuH GpopoHu. Takoe cTpOEHHE LIETOMHIECKON BBICTHII-
KH SBJIsIETCS HauOoJ1ee MPUMHTHBHBIM THITOM LIEIOMHYECKOH BBICTHIIKHU Oec-
no3BoHOuHBIX (cM. Rieger, Lombardi, 1987). B rmage Bnepsble s boporua
NPUBEAEHO OTMUCAaHUE OTPOCTHATHIX KIETOK € (aronuTapHOil akTHBHOCTBIO,
0OHapy’KeHHBIX B OJNOCTH TYJIOBHIIHOTO L[EIOMa.

3.8. KpoBenocHas cuctema. OpruHajbHblE TPEXMEPHbBIE PEKOHCTPYKIMH
KPOBEHOCHOH cucTeMsl GOPOHUA MO3BOIMIIN BBIABHTH paHee HEH3BECTHBIM
JlIopco-ylaTepaibHblif cocy (A71C) U KPOBEHOCHBIH IUIEKCYC Ha IOBEPXHOCTH
BoCxollel BeTBH kuueyHHka (puc. 41°). Bneperle npoBeneHo onucaHue
TOHKOIO CTPOEHHS COCYAMCTOH CTEeHKH INIaBHBIX KPOBEHOCHBIX COCYIOB H
KPOBEHOCHBIX KAlUIAPOB B pa3HbIX YUacTKax Tena (puc. 5). McxonHslii TvIl
OpraHH3alHH CTEHKH KPOBEHOCHBIX COCYAOB Y (OPOHHA — 3TO CJIOH BHe-
KJIETOYHOTO BelIeCTBa, 00palIeHHOro K IPOCBETY COCY/a, U HapY:KHBIH 1ol
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JKCYTHKOBBIX SMHUTENHANBHO-MBIIICYHBIX KJIETOK LIEJIOMHYECKOTO SMUTETHS
(puc. 5-Ia). DTOT HCXOMHBIH THIT AOITYCKACT HECKOJIBKO BAPHAHTOB U CILYKHT
OCHOBOH 1151 3BOJIIOUMOHHBIX YCI0KHEHHH, [TABHBIM U3 KOTOPBIX ABIAETCS
nosBJICHHE 3HAOTEMHAIBHON BRICTHIIKH 33 CUET OCEAaHHd HA CIOi BHEKJIe-
TO4HOro MaTpHKca ame6ouuroB (puc. 5-11). Y ¢poponua MoxxHO Habnonatsb
BCe dTanbl GOPMUPOBAHUS 3HAOTENHAIBHONW BBHICTUIKH — OT OTHEJBHBIX
SHIOTEJHAIBHBIX KIETOK A0 HacTOSLIEro BHYTPHCOCYAHUCTOrO 3MHTenHA. B
SHAOTEIMH MOXKET GOPMHPOBATHCA MOLIHAS MYCKYJIaTypa, KOTOpas BXOIUT
KAaK OZIHO U3 INIABHBIX COCTABJISIIOLUIMX B COCTAB MbILUEYHOH CTEHKH My/bCa-
TOPHOFO OpraHa KpOBEHOCHOI cucTeMbI — «cepaua» ¢opouun (puc. 5-11s).
Ocoboe mecTicnoiiHOe CTpOeHHE CTEHKH MeTHanbHoro cocyna (puc. 5-111)
repeHeM TYJIOBHLIHOM y4acTKe MOXKeT ObITh 06BIACHEHO HANOXKEHHEM Jia-
TepaJIbHOTO ME3eHTepH Ha KpOBEHOCHBII cocyn 06puHOro crpoenus. Ilpo-
JOJIBHBIE TYNTOBHIUHEIE COCYNBI (OPOHUA 3aKIAMBIBAIOTCA KAK COCY/IBI OKO-
JIOKHMILEYHOI KPOBEHOCHOH cHCTEMEIL. Y NHYMHKH (OPOHUA UMeeTcs JIop-
CaJIbHBIN U IapHBIE BEHTpO-NaTepalibHble cocyarl. [Ipu ¢opMHUpoBannu Ty-
JIOBUILHOTO BBIPOCTA KHLIEYHAs TPyOKa BTATMBAETCH B HErO M BMECTe ¢ Hell
BTACHBAIOTCS NPOAOJIbHEIE KPOBEHOCHBIE COCYABL. DTO MO3BOAET TOMONOTH-
3MPOBATh JIaTepaIbHEIN COCY/ B3pOCIbIX GOPOHH/ ¢ ONHHM H3 BEHTpPO-JIaTe-
PaAJIBHBIX COCYAOB IMUHUHKH, a YePe3 HUX C BEHTPAJIbHBIMH COCYIaMH JPYTHX
6ecno3BoHOUHBIX. MennanbHbIi cocyn GOpOHH MOXKET OBITH TOMOJIOTH3H-
pPOBaH C JOpCAIBHBIM COCYAOM JIMYMHKH U JOPCalIbHBIM COCYIOM IPYrHX
6eCcrno3BOHOYHBIX. DTa FOMOJIOTU3aLHs IOATBEP;KAaETCA COXPaHEHHeM Y do-
poHua obuiero 11 Bcex 6eCno3BOHOUHbIX HANpPaBICHH UHPKYISALHA KPo-
BH: I10 JIaTepaJIbHOMY COCYIy — OT IE€pe/THEero KOoHLa Tela, 1o MeAHAIbHOMY
cocyly — K NepeiHeMy KOHILY, a TaK e TeM, 4TO ITyJbCAaTOPHBIH OpraH —
«cepAue» GopoHUA — JIEKUT Ha MEAHATBHOM COCYIIE.

3.9. llumeBapnrenbHas cucreMa. Ha ocHOBe OpUTHHaNBHBIX UCCTIENO-
BaHMH NPEAIOKEHO HOBOE MOApA3e/ieHHe KAIIEYHUKA Ha OTAEbI, pa3inya-
IolIHecs 0cOOEHHOCTIMH LMTONOTHYECKON OpPraHH3allii U BHIOTHIEMBIMH
¢bysakuusmu (puc. 4/1). Kuineunnk GopoHu THieH JONOTHUTEIBHBIX JKe-
Jie3 (Takux, HalpuMep, Kak CIOHHBIE JKejie3bl) ¥ NEeYEHH U NPEACTABIAET
co00ii IPoCTyI0 M30THYTYIO TPYOKY, AM(depeHIHpOBaHHYIO Ha OT/ENbI, pas-
JIMYaroLIMecs 110 AUAMETPY, TOJILIMHE MUTENUS H LUTOIOTHYeCKUM 0cobeH-
HocTaAM. ITo JUIMHE KHLIEYHHKA MOXHO BBIAEJIHTE IEBATH OTIENIOB: NIOTKY
(r), numeson (I1), npeKenynokK (IMpx), Keayaok (3k), MIOPUYECKYIO YacTh
(14), cpenHio0 (CK), 3aMHION0 (3K) ¥ IPAMYIO (ITK) KHIIKU U aHAJIBHYIO KaMme-
py (ax) (puc. 4/1). Tonpko IOTKA M NpsAMas KHIIKA BMECTE C AaHAIBHOH Kame-
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Puc. 5. CxeMBbl opraHu3allii OCHOBHEIX THIIOB COCYRHCTO CTEHKHU. | — NBYXCITOM-
Has creHka ([a — Kanusps! wynanel U JaTepabHbIX COCYAOB, [6 — nomouuTE B
CTEHKE JIEBOTO JIaTepaibHoro cocyna). Il — tpexcioitnas crenka (116 — addepent-
HEIH0 oo opanbHblii cocyn, [IB — MenHanbHbli COCYH B IIepeqHeM yJacTKe Tena
C IIyYKOM HEPBHBIX BOJNIOKOH (HB)). I1I — mectucnoiinas cTeHka MeIHaAILHOIO COCy-
Jla B iEpeQiHeM TYJIOBHMIIHOM Y4acTKe Tena.
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poii MOTYT OBITh OTHECEHBI K KTOAEPMATBbHBIM YHACTKaM MHIIEeBAPUTESILHO-
ro tpakta. Cnaboe pa3BUTHE SKTOAEPMATIBbHON COCTABIAIOUICH MHUIIEBAPH-
TenpHOH TpyOKH cOMmxkaeT POpOHUA ¢ BTOPHUHOPOTHIMU H OTALISET X OT
NePBUYHOPOTHIX, M KOTOPBIX XapaKTepHO HaJMuHe OOIIMPHOM 3KTOIEp-
MaJbHOH COCTaBNSAIONIEH MHILEBAPUTENILHOTO TPAKTA.

LiuTonornyeckue 0co6eHHOCTH TaKsKe IMO3BOJISAIOT paccMarpHBaTh Gopo-
HUJ KaK BecbMa NpUMHTHBHYIO rpymmy Bilateria. Kumeunstit snurenuii 06-
pasoBaH ¢/1a00 qH¢depeHIMPOBaHHBIMH KIIETKaMH, COYETAIOIHMH (yHKIHH
CeKpeLIMH, BCaChIBaHHs, SHAOLMTO3a H BHYTPHKJIETOYHOTO NHUILEeBapeHus. Bee
KJIETKH racTposepMuca GopOHHI — 3TO XKTYTHKOBbIE (2 HE peCHUYHBIE) KIIET-
ku. Jlake B Tex Ciryyasx, koraa Tpefyercs yBeJudeHHe ITIOTHOCTH peCHUYeK
Ha eJMHULYY IUI0Maay, y GopoHH BOZHHKAIOT OULIWIIMAPHEIE, HO He peCHUY-
Hble kieTku. Hamu Brieperie 06Hapy»eHo, 4To B COCTaB ractpoaepMuca ¢o-
POHUI BXOJIT IMUATENHATIBHO-MBILIEYHBIE KJIETKH, B KOTOPBIX MUOGIIaMeH-
Thl MPOXOAAT B 0a3zanbHBIX YacTsAX B KOJNBLIEBOM HampasieHud (puc. 3B).
Hanuuue snuTenyansHO-MBILIEYHBIX KIETOK TOAYEPKUBAET IPUMHTHBHOCTD
LHMTONOTHYECKOH OpraHH3alHH racTpoaepMHca GOpOHHA U cOMKaeT ero ¢
3MUTETHATBHO-MbIIIEYHON BBICTHIIKOH KMIIEYHO [TOJTOCTH ABYC/TOHHBIX MHO-
TOKJIETOYHBIX.

3.10. BoineanTenbHast cerema. B noarmase npuBeieHb! ONMMCAHNA MUK-
POCKONMYECKOH aHATOMUH (M TpeXMEPHBIE PEKOHCTPYKLIHH) U TOHKOTO CTPO-
€HUS BBLACIUTENbHBIX OpraHoB ¢oponua. OHH npeacTaBIeHb! OAHON Mapoi
PECHUYHBIX BOPOHOK, OT KOTOPBIX OTXOMSAT BbIAe/IUTEIbHbIC KaHAJIbI PA3iny-
Hoii hopMel U NpoTsLKeHHOCTH. Hedpuauu dopoHua BEIMONHSIOT Be (yHK-
LIMH: OHH SBJIAIOTCS BBIACTHTENBHBIMH OpraHaMH H (B MEPHOA pa3MHOXe-
HHA) TOHOXYKTaMH. Pa3Mepsl H CIO0KHOCTh OpraHH3allHH BbIACTHTETbHBIX
OpraHoB CHJIBHO CBSI3aHBI C pasMepaMH caMux ¢opoHuA. CaMble pOCThIE
He(pUAHH B BUJIe BOPOHKH C KOPOTKHM H ITOYTH BHINPSIMIICHHBIM KaHAJIOM
XapaKTepHBI U1 caMoii ManeHbkoil dopouunstl P, ovalis. Tonbko y stoii do-
POHHUIBI HePUAMH HE YYAaCTBYIOT B BBIBE/IEHHH IOJIOBBIX NPOAYKTOB. [liH-
Ha H CTEIIEHb H30rHYTOCTH BBIAEIUTENBHOTO KaHalla y ApYTrux GopoHH Kop-
peJiupyerT ¢ pa3MepaMH Tesa (camble JUTHHHBIE U CII0KHOW30THYThIE He(pH-
IIMH XapaKTepHb! 1 caMbIX KpPYNHbIX hoponun — Phoronopsis californica).
@dopma ¥ pa3Mep BBLAEIHTEILHBIX BOPOHOK OIMpPEEISETCS TEM, UTO B EPH-
Ol HepecTa 4yepe3 HU3 BRIBOAATCA M0J0BbIE NPOXYKTHI. TaK, y MHOrHX BUAOB
pa3sBHBAIOTCS JBE BOPOHKM HAa KaxaoM Hedpuauu. OfHA U3 HUX, KOTOpasd
NPEUMYLIECTBEHHO CBSA3aHA C BBIBEJCHHEM SHLIEKIIETOK, KpyIHee IPYroH,
KOTOpasi CBA3aHA C BHIBEIICHHEM CIIEPMHUEB.
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Hamu Briepebie 00HapyxeHO, YTO Y pa3AensHOIMONBIX BUAOB MOXKET UMETh
MECTO MOJIOBOH JUMOP(H3M B CTPOSHHH BOPOHOK HEQPHAMEB: Y CAMOK OHH
3HAYUTEILHO KpyIHee, yeM y camuoB. HeoOsruHo# nuTonoruyeckoit oco-
OeHHOCTBI0 HehpUaAKeB POPOHU ABTISIETCS HATTHYKE SUTETHATEHO-MBILIEY-
HBIX KJIEeTOK B BopoHKe (puc. 3I) 1 anuTeIny BOCXOAAILETO KONeHa Hedpu-
nus. Hamnume peCHHYHBIX BOPOHOK KOPpeTHpYeT y GOPOHU € XOPOILO pa3-
BUTOH U c10kHO AU epeHINpOBaHHOH KPOBEHOCHOH CHCTEMOM. YibTpa-
GUIBTpaLMs OCYLIECTBIISETCS HA CTEHKE KPOBEHOCHBIX COCYAOB, OCOGEHHO
TaM, Tie OHH ONeTHl MOAMDHUIIMPOBAHHBIM LETOMHYECKUM SMUTENNEM —
nopouutaMu (puc. 5-16). Monudukanus KIeTok 3MUTeNnUst BOCXOAAWEro 1
HHCXOIALIETO KOJIEH MeTaHebpH s CBS3aHA C TEM, YTO HUCXOASLIEE KOJIEHO
(bYHKIMOHUPYET KaK 9KCKpEeTOpHas 4acThb, @ BOCXO/1llee — KaK OpraH peat-
copOLHMH.

3.11. Hapy:xHoe penpoIyKTHBHBIE OPraHbl H raMeTorenes. Briepseie
Ha YABTPACTPYKTYPHOM YPOBHE ONMCAHO pa3BUTHE KJIETOK Ba3OMEPHTOHE-
anpHOMN TKaHH U )KEHCKHX I0JI0BBIX Ki1eTok. POpoHUARI He 0061aaatoT ogop-
MJIEHHBIMH MTOJIOBBIMU 2kene3ami. IToka3ano, 9To HCTOUHUKOM NOJIOBBIX KJle-
TOK (POPOHH SBIISIOTCS KIIETKH LESIOMHYECKOM BEICTHITKH, 00pa3yroIHe CTEeH-
KH KPOBEHOCHBIX COCYIOB B 3a[JHEM TYIOBUIIHOM y4acTke Tena. Ha pannux
JTarnax pasBHTHs MOJOBbBIE KIETKHA OCTAIOTCS B COCTABE COCYAUCTOH CTEHKH
H NOJTyHalOT MUTaHHE U3 KPOBEHOCHBIX cOCYAOB. C pa3sBHBAIOLIMMHCS IOJIO-
BBIMH KJIETKAMH TECHO aCCOLMHPOBAHA Ba30IEPUTOHEANIbHAS TKAHb, KIETKH
KOTOpOH NPOHCXOIIT TaK 3KE OT LEJIOMHUECKUX KIIETOK COCYANCTOH CTEHKH.
BazonepuroHeanpHas TKaHb JOCTHTaeT MAKCHMAJIEHOTO PAa3BUTHSA K ITEpPHO-
Iy Hepecra. [To-BHOuMOMY, Ba3onepUTOHEaIbHAas TKaHb HAKAIUIMBAET, a 3a-
TEM BBLICBOOOKIACT NIUTATEJIbHBIE BEIIECTBA, HEOOXONMMBIE Ui Pa3BHBAIO-
L{UXCS TIOJIOBBIX KJIETOK.

Bokpyr pa3BuBatomuxcs »KeHCKUX MOJIOBBIX KieTokK gopmupyetcs don-
JIMKYJ M3 KJIETOK Ba30MePUTOHEeANTbHOH TKaHH (pHC. 6), KOTOPBIH, OMHAKO, HE
BBINONHSET, Tpoduueckoit ¢pyHkimu. JKeHckue monosble KIETKH GOPOHHI
COXPaHSIOT Pa3BHTHII CUHTETHYIECKHUI alnapar, a caM 0OreHe3 MOXeT ObITh
OTHECEeH K ayToCHHTeTHYeckoMy THIy (pHc. 6). Omnonorsopenue y ¢opo-
HHJ OCYILECTBIISIETCS MOCPEACTBOM IIEpeHOca crepmMaroGopoB. 3TO MpUBO-
JUT K CUTEHBIM MOTH(HKAIMAM B CTPOSHHH CIIEPMATO30UAOB, KOTOPHIE Npe-
CTaBILIOT c000i1 V-00pasHbie KIESTKH, Tie ONHO M40 — AP0 X MUTOXOHA-
puH, a Ipyroe — XryT. AKpocoma rnomeinaercs B yrie V-o0pa3Hoii KleTKu.

Mopudukanus npoUeccor OTUIOAOTBOPEHHUS, & TAK e BHIHAIIUBAHHE M-
OpHOHOB Y HEKOTOPBIX BHOB IPUBOMAT K Pa3BHTHIO HAPYXKHBIX PENPOIYK-
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THBHBIX OpraHoB opoHu . B noariase Bnepsbie NpyUBeIeHbI ONMCAHHUS MUK~
POCKONUYECKOH aHATOMHMH H YJIBTPACTPYKTYPBI HAPY>KHBIX PENIPOLYKTHBHBIX
opraHoB (POpOHHA, WILTIOCTPHPOBAHHBIE TPEXMEPHBIMU PEKOHCTPYKLIAMH.
VY repma¢poaUTHBIX BUAOB UMEIOTCS HHAAMEHTAJIBHBIE JKEJe3bl, KOTOPhIE
NPEACTaBIAOT co0O0il pe3yNsTaT pa3pacTaHus SMHUTeNUs AHA Jododopans-
HOIi BOTHYTOCTH U a0()pPOHTANILHOH CTOPOHBI Liynajiel| BHYTPEHHEro psja.
CexpeT HHAaMEHTAJIBHBIX Kee3 00eCIeYHBAET CKIICHBaHHE SMOPUOHOB H
MPUKpEIVIEHHE HX K 1fynansLaM Jododopa. OpanibHele YaCTH HUAAMEHTA b~
HBIX XeJe3 (GyHKUHOHUPYIOT Kak JIohodopaabHbIe OPraHbl, yYaCTBYIOLIME B
¢dopmupoBanuH cniepmarodopos. HugameHTanbHbIe xKene3sl OTCYTCTBYIOT y
CaMOK pa3eNbHOMOJBIX BUIOB, KOTOPBIE BHIOPACHIBAIOT OIUIOAOTBOPEHHBIE
AHLIEKIETKU B TOJINIY BOABL. Y CaMIIOB Pa3eNbHONONBIX BUAOB THIIEPTPO-
¢upoBaHHOMY pa3BHUTHIO NoABeprarorcs NododopanbHble OpraHbl, HMEo-
LI{H€ CI0XKHOE CTPOEHHE U COCTOSAILHE U3 YacTel, KOTOpbIe MOTYT OBITh FOMO-
JIOTH3UPOBAHEI ¢ OpaTbHOH H a6OpaNbHBIMU YaCTAMH HHIAMEHTAIBHBIX JKe-
1ne3. CnoxxHoe cTpoeHye J10hodopaIbHBIX OPraHOB y pa3iebHOMNOBIX BUIOB
KoppesupyeT ¢ fonee CIOXHOH opraHu3auueii crnepMaToopoB, UMEKOLINX
CITHPAJIBHBIN Mapyc ¥ 00J1a1aI0UIMX CIIOCOOHOCTHIO MAPHTH B TOJILE BOABL.

IJTABA 4. IMBPUOHAJIBHOE PASBUTHE

4.3. OnsronorBopenHse H HepecT. OmionoTBopeHne y GOpoHH OCYILECTB-
JseTcs My TeM IepeiauM crnepMaTodopoB. ABTOpPY YAAJIOCH OOHAPYKHTh Ciep-
MaTO30HMIbI B TYJIOBHILHOM LieJIoMe caMok Ph. harmeri, 4to roBoput 06 oruio-
JOTBOPEHHH OOLMTOB elle A0 Hepecta. HepecT y GOpoHMI MPOUCXOAHUT yike
OIUTOZIOTBOPEHHBIMH AHLIAMH, 4 HHOIZIa — H SMOPHOHAMH Ha CTaausaX Apob-
nenus. Yucio U pa3Mep ULl 3aBUCAT OT pa3MEPOB Tella XKUBOTHOTO H THIIA
Pa3sBUTHSL.

4.4. Knaccupukauusi TRHIOB pa3sBHTHA. Y QOPOHUI MOKHO BBIIEITHTE
Tpu THNAa pa3BuTHA. (1) ['ononenaruyeckoe pa3BUTHE XapakTepHO IS KPYIi-
HbIX (GOpOHHI, OOUTAIOIIUX B TOJILLE MSATKOrO rpyHTa. YHCIO BRIMEThIBae-
MBIX SIHL U3BMEpSETCS THICAYAMH, pa3Mepsl UL — 10 90 MKM, nepBas IiaBa-
omas JHYHHKa — OnacTtyna. (2) PazBuTre ¢ BhIHaIIMBaHHEM XapaKTEPHO
A1 HeGombIINX GOPOHM, )KUBYIINX B TONIIE TBEPAOTro rpyHTa. Yucno mpo-
JyUHpPYEMBIX ULl — COTHH, AHaMeTp Aull — 100 MxM, nepBas nnaparouras
JMYUHKA — akTHHOTpoXa. (3) JleuuroTpodHOE pa3BuTHE XapaKTepHO TOJb-
KO 1 ofHoro Buna — Phoronis ovalis. Yucno aui— He 6onee 20, nuamerp
aull — 125 MxM. JIMYHMHKA He IUTaBaeT, He MUTAaeTC.
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Puc. 6. Cxemsl nocnenoBareNbHBIX CTaauil ooreHesa Phoronopsis harmeri u npeo6-
Pa30BaHHA OKPYKAIOLIMX KIETOK Ba3ONIEPUTOHEANIbHOM TKaHHU.

Iupoxo pacnpocTpaHEHHOE B JIMTEPATYPE MHEHHE O CIIMPAJbHOM THIIE
apobneHus y poponua npu3HaHo omuOoYHbIM. OHO OCHOBAaHO Ha pe3y/bTa-
Te pabotsl Parrenbapu (Rattenbury, 1954), BeinonHenHoii Ha Phoronopsis
viridis (Mnagmuii cuHoHuM Phoronopsis harmeri). B pesynsrarte nepeucc-
JIeOBaHHs PA3BUTHS 3TOTO XK€ BHJa JOKYMEHTANBHO NOKa3aHo, YTo Apobie-
HHe giila MPOTeKaeT KaK paguanbHoe (pHuc. 7). O1o HabnmoaeHue MOATBEPK-
JIEHO Y Ha BHAE C JPYTUM TUIIOM pa3Butus — P. ijimai.

OGHapy>xeHO, YTO HEKOTOpble 0COOEHHOCTH ApoOIeHHs KOPPEITHPYIOT C
THIOM pa3BUTHsI (TIepBhIM WK BTopbiM). [IpH rononenarndeckom THne pas-
BUTHS OOpO3/IBI YETBEPTOrO JesieH s APOOIEHUs POXOMAT HOJ HEKOTOPHIM
YITIOM K aHHMaNIbHO-BEreTaTUBHON OCH 3apOJIBILIA, YTO MO3BOISET CHOPMH-
POBaTh MOJIOCTh BHYTPH 3MOpHOHa y>ke Ha cTaguH 16 6nactomepos (puc. 7E).
Ipu pa3BuTHM C BHIHAIIMBaHHEM OOPO3BI YUETBEPTOTO U ILITOrO AeJIeH i Ipob-
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JIeHUs1 IPOXOASAT CTPOTO B MEPUIHOHAILHOM HAIPaBJieHUH, B PE3YJILTATe YEro
3apozsill MprHoOpeTaeT GopMy ABYXCIOiHOH racTuHky. Takas hopMma «kup-
MMYUKA) COXpaHAeTcs Ha OoJee MO3AHUX CTAAUAX H obecIieuBaeT KOMMAKT-
HYIO «YMaKOBKY» 3apofbiliell B SMOPHOHANBHBIX CKOTUICHUSAX.

Hamu Bnepsrie 00Hapy»eHo, 4To y GopoHHA Me30aepMa 3aKJIafblBaeTCs
U3 JBYX 33a4aTKOB: NepeaHero U 3aaHero. [lepeannii MezonepMabHbIH 3a4a-
TOK (popMHpyeTCst Ha CTa/IHH IacTpyJibl 3a CUET BhICEJICHHS KIIETOK M3 Tepe-
IHeH cTeHkH apxeHTepoHa (puc. 7M, H). 3TH kieTku BOCIeACTBUM A3y T
LEJIOMHYECKYIO BBICTWIKY MMPEAPOTOBOrO H LIYNATIBLEBOro LEJoMOB. 3ai-
HUH Me30epMabHBIN 3a4aTOK (JOPMHUPYETCS Ha CTaIMH MOJIOJOM JTHUHHKH.
OH nosBiieTcs KaK HenapHoe AOPCAIbHOE BBIAYMBAHHE CTCHKH CpexHeH
KHILKH, TO ecTh 00pa3yercs 9HTepOLENbHBIM IMyTeM. 3a4aTOK pacTeT, OTIIHY-
POBBIBAETCS OT CTEHKH KHIIKH, orubaeT KHIlleyHUK ¢ G0KoB, pHobperas noa-
koBooOpa3nyro ¢popMy. [TocTeneHHO Kpasi MOAKOBBI COMMMKAIOTCS M CMBIKA-
I0TCS Ha BEHTPAJBHOMN CTOPOHE TeJla IMYUHKHY, Te GOopMHpYeTCs eAUHCTBEH-
HBIH HeTapHblil Me3eHTepuil. 3agHUi 3a4aToK Me30JepMbl JAEeT BBICTHIIKY
TYJIOBHUILIHOTO LIENIOMa.

Jra ucTounnKa Me3oaepMBl (epeTHUH U 3aIHUI) XapaKTepHbI A1 MHO-
rux apyrux rpymn Bilateria. Tak, y Spiralia 3anuss Mme3onepMa npoUcxoauT
U3 kBazgpanTa D, Tounee oT kietku 4d, a Kak nepeqHuii HICTOUYHUK Me30aep-
MBI MOJKHO TPAaKTOBATh KJIETKH, MPOUCXOAALINE OT GacToMepoB 2a, 2b, 2¢
W 3a, 3b, naroume Havayno Mmyckynarype miotku (Lillie, 1895; Biggelaar,
1983; Boyer et al., 1998; Henry, Martindale, 1998; Lartillot et al., 2002a). ¥V
XOP/AOBBIX 3aJHAL ME30epMa — 3TO ME30AE€pMa TYJIOBHILIHO-XBOCTOBOH 1104-
KM, a MepeqHsIs — 3TO TaK Ha3blBaeMas «IpeXoplajlbHas Me3oiepMay
(Adelman, 1922; Seifert et al., 1993; Kiecker, Niehrs, 2001). JIBa ncrounuka
Me30[epMBl XapaKTepHbI M I PaKkooOpa3HbIX, Iie OCHOBHAs YacThb Me30-
JIEpMBI NPOMCXOMUT B 3aiHel obiacTu 3aponsimesoro gucka (cM. Manton,
1928, 1934; Nair, 1941, 1956; Weygoldt, 1960, 1961; Anderson, 1967;
Behesch, 1969). B To e BpeMs B nepeiHeii 4acTH 3apofpbIila y MHOTUX (GopM
OTMeUeHO 060co0IIeHHE TaK Ha3bIBAEMOii TPeaHTeHHAIBHOK Me30AEPMBbI (CM.
Manton, 1934; Nair, 1939, 1941, 1949, 1956; Weygoldt, 1960, 1961; Benesch,
1969), xoropas gaet MycKynaTypy BepxHek ryOpl, MHINEBOAA, a TAKIKE MBILI-
I{bI INIa3HBIX cTeOeNIbKOB. B 3T0#t CBS3M HHTEPECHO OTMETHTB, YTO B 00JIacTH
MIEPENHETO M 3a]IHETO Me30IepMasIbHBIX 3a4aTKOB Y MO3BOHOUHBIX U 6ecnos-
BOHOYHBIX OTMEUYeHa 3KCNpeccUs roMeoOOKCHEIX F€HOB — TIOMOJIOTOB
«Brachiury», «goosecoid» u «fork head» (Weigel et al., 1989; Artinger etal.,
1997; Filosa et al., 1997; Bassham, Postlethwait, 2000; Tagawa et al., 1998,

23



24




2001; Kusch, Reuter, 1999; Technau, 2001; Lartillot et al., 2002b; Takade et
al., 2002). BeposTHo, nepenuuii 1 3aJHMi Me3onepmasbHble 3a4aTkH Bilateria,
CBsA3aHHBIE C [IEPEIHUM U 38 JHAM KOHLIAMH LIeJIEBUAHOrO Gnactonopa, Mor-
JIM IPOU30MTH ITyTeM PaceTIEH s KONbLEe0OpasHOTo EHTPa 3aKIaJKku Me-
30[IEPMbI pa/IMajibHO-CUMMETPHYHOTO TpEJIKa.

Moronas akTuHOTpOXa TIAHKTOTpOdHAS (IMYMHKa HOPOHHM) UMEET Xa-
paktepHyro I'-06pa3Hyro popmy (puc. 71I1), y Hee HMeeTCs CKBO3HOM KHIIeY-
HUK, TU((EPEeHIHOBaHHBIA HA OTIENBI, NPEAPOTOBON (IS JMYMHOK poaa
Phoronopsis) u TynOBHIIHBIH LEJIOMBI, [IPEAPOTOBOH M OCAEPOTOBOM PECHIY-
HbIC LIHYPBI ¥ MpoToHepraHy. [TocneHue 3aK1aabIBAIOTCS Y MONONOH JIH-
YHHKH KaK [apHbIe BBIMTYMBAHKSA SKTOEPMbI C BEHTPO-JIATePAIbHBIX CTOPOH
OT aHyca. Y JIMYUHOK Ha Ooslee MO3HUX CTafHsX MOSBIIAETCS TENOTPOX (TT)
— DIaBHBIN JIOKOMOTOPHBIA opraH (puc. 8). IIpeopasnbHblil IHYp JTHYMHOK
(opoHuz MosKeT GbITh FOMOOrM3UPOBAH C MPOTOTPOXOM JIMYMHOK Spiralia, a
TIOCTOPAJIBHBIH IIHYp — C METaTPOXoM. B To ke Bpemst mpeopanbHbIid U mo-
CTOpaJIbHbIH PECHUYHbIC IIHYPbI AKTHHOTPOXH MOT'YT GBITH FOMOJIOTM3HPOBA-
HbI C COOTBETCTBYIOLIMMH PECHUYHBIMH LIHYPAMH JIHYHHOK BTOPHYHOPOTHIX.

Puc. 8. Jlnaunxu GopoHu ¢ rofnonenarndeckiM passutieM (A) U pa3BUTHEM C Bbi-
Hamusa"ueM (B). @ororpaduu )KUBbIX KHUBOTHBIX.
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Hawm BrepBbie ynanock 4eTko MpoCcneauTh U chOpMyIHpOBaTh Koppess-
LIMIO MEXXIY THIIOM Pa3BUTHS U THIIOM JIMYUHKH Y (popoHH. Y BHIOB € rojo-
nenaruyeckuM paspurueM (puc. 8A) IMUHHKH HMEIOT OTHOCHTENBHO KPYT-
Hble pa3Mepsl (Gonee 1 MM), po3payHble TOKPOBHL, OGLINPHbIH 671aCTOLEb,
Gonbiroe yucno wynanet (Oonee 24) u nonro (2.5-3 Mec.) HaxonATcA B IU1aH-
KTOHe.

VY BHIOB, U1 KOTOPBIX XapaKTepPHO BHIHAIIHBAHHE SMOPHOHOB B KpOHE
urynanen] (puc.8b), miMHa Tesa TUYHHOK MeHblIe 1 MM. JIMUHHKH UMEIOT
IUTOTHBIE, HEMPO3payHble («MSICHCTEIE») TUrMEHTHPOBAaHHBIE TIOKPOBBI TEJIa,
Onmacrouens y3kui, YMCIIo LIynasiew He npessiaet 14. MouiHo pa3BHTHI
TEJIOTPOX CIIYKHMT [NIAaBHBIM JIOKOMOTOPHBIM OpraHoM. JINYMHKH HAXOAATCA B
IUIaHKTOHE He Gonee | Mecsua.

JlenuToTpodHas Mon3arowas JHYHHKA XapaKkTepHa Juis OfHoro suaa ¢o-
pouua —Phoronis ovalis, 9To CBSI3aHO C yMEHBILIEHHEM pa3MepOB TeNa B3poc-
JIOTr'O XXKHUBOTHOI'O U, KaK CJI€ACTBHE, HCBO3MOXKHOCTBIO NPOAYIUPOBATH 60J1B-
1I0€ KOITMYECTBO SHLI.

IJIABA 5. MOP®OJIOI'USA, AHATOMMUS],
YIBTPACTPYKTYPA JIHYNHOK ®OPOHMN/]

5.1. Mop¢oaorns suyunnok. [IpuseneHo onicanue BHemHeR Mopgoso-
THH JIMYAHOK (OpOHHL, oTHOCAIMXC K 6 Bunam (Phoronis ijimai, P. psam-
mophila, P. muelleri, Phoronopsis harmeri, Ph. albomaculata, Ph. califor-
nica), a TaK e JHIMHOK, BUAOBas NPHHAUISKHOCTh He ObUIa yCTaHOBIIEHa
(Actinotrocha sp., ruranTckoit akTuHoTpoxu u3 KOxHo-Kuraiickoro Mops 1
aKTHHOTPOX W3 IUiaHkToHa YepHoro Mops). JIndMHKH GONbIIMHCTBA GOpO-
HHJZ YCTPOEHBHI 110 o01IeMYy IulaHy. BaKHBIMU A7 onpefeneHus JTHHMHOK
(hOpOHMA CHUTAIOTCS CIIeAyIoHe 0COOEHHOCTH BHELTHEH MOPGhONIOrHH: IJTH-
Ha Tena, HOCTHraemas K npeaMetraMopdO3HOMY MEpHOIY, NpO3payHOCTh /
HENPO3payHOCTH MOKPOBOB, HAJTHYHE H JIOKANH3ALMA THTMEHTaLH TIOKPO-
BOB, MAaKCHMaJIbHOE YKCJIO LI{ynasell, Hamuyue / OTCYTCTBHE 3a4aTkoB Je(u-
HUTHUBHBIX Hynanen. K BaXXHBIM U1 CHCTEMaTHKH 0COOEHHOCTSIM OpraHu-
3alliH JIMYMHOK OTHOCATCA: ¢opMa NPeapOTOBOTO LIEJIOMA, YHCIIO NeYeHO0Y-
HBIX MBEPTHKYJ KeyaKa (OOUH WK AB2), YUCIIO CKOTUICHUH 3PUTPOLIMTOB,
Hayipyre / OTCYTCTBHE (PpOHTAIBHOIO Oprasa.

IpuBeneHo onucaHue UraHTCKOM AKTHHOTPOXH, oOHapy»xeHHo# B FOxxHO-
Kuraiickom mope. KpoMe HeoGBIMHO KPYNHEIX pa3MepoB (3.5 MM) JIMUHHKA
UMesa HEKOTOpble 0COOEHHOCTH aHATOMHYECKOH OpraHu3aliH, CBOHCTBEH-
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HBIE B3POCIIBIM KUBOTHBIM. B ToM umcne y Hee ObuiH 0OHapy»eHbI 3a4aTKH
roHaz. Jlan aHanu3 ¢eHoMeHa MMraHTCKUX MeJarM4ecKux JIMYUHOK (KOTo-
pble U3BECTHBI ISl KMLIEYHOMONIOCTHEIX, PECHUYHBIX YEPBEH, CUITYHKYIHUT,
TOJIyXOPOBBIX M HEKOTOPBIX [I03BOHOUHBIX ), KOTOPBIi, 110 HAallleMy MHEHHIO,
CBf3aH HE C CYLIECTBOBAHMEM I'MTAHTCKUX B3pOCHBIX dopM, a co c6oeM B
nporpamme MeTamopdosa.

5.2. Onuaepmuc. IIpuBeeHO OMHCaHHE TOHKOTO CTPOEHHUS 3UAEPMHUCa
Actinotrocha harmeri, A. vancouverensis, A. sp. IlonoOHbIe UCCIIENOBaHUS
BBINIOSIHEHB! Ha JIMYMHKaX (OPOHUA BnepBhie. B Tese AHYNHKH MOXKHO BBI-
JIETMTh HECKOJIBKO YHacTKOB SUAEPMHUCA, KOTOPhIE pa3iiMyaroTcs ocobeH-
HOCTAMH TOHKOH OpraHH3alluH: peopajibHasl JIONacTh, OpajbHOE MoJIe, IILy-
nanbua, TYJIOBUILE, 3MUAEpMHUC BOIIM3H TEJOTPOXa, TEJIOTPOX, OKOJI0AHAb-
Hoe KxonbLo. [ToKpoBHSIi 3nUTe Ui THYHHOK GOpOHHA 06pa30BaH MOHOLH-
JAMapHBIMU KieTkaMu (puc. 9A). OxronepMa npeopanbHON JI0NACTH, Opaib-
HOTO 1107151 ¥ 0071acTH BOJIH3U TeI0TPoXa 06pazoBaHa MOHOLIHAPHBIMU S1TH-
TeJMaIbHO-MBILIEYHbIMU KJIETKaMH. MHOGUIaMEHTB! IPOXO/AT B allMKalb-
HBIX YacTAX KJIETOK, a Tak k& (OpPMHUPYIOT NpOJONbHEIE TKM (puc. 9A).
[TpeopanbHbtii, TOCTOPANEHBIA peCHUUHBIE UIHYPHI U TEI0TPOX TaK ke o0pa-
30BaHbl MOHOLWIHAPHBIMU KJIETKaMH, YTO COJIMKaeT aKTHHOTPOX M JIMYU-
HOK BTOPHYHOPOTBIX JKMBOTHBIX. B anunepMuce akTHHOTPOX MHOTOYHCIICH-
HBI 4yBCTBHTEJIbHbIE KJIETKH, KOTOPBIE HMEIOT CXOMHOE CTPOCHHE C OOBIUHBI-
MH STHTEIMAIbHBIMH KJIETKAMH H OTIMYAIOTCA OT HUX HATHYHEM BOPOTHHY-
Ka BOKpYT KI'yTa ¥ HaJIMYMEeM aKCOHa.

5.3. HepBHas cucrema. Onucana MUKPOCKONMYECKAs aHATOMHA H TOH-
KOE CTpOEHHE ITIaBHBIX 3JIEMEHTOB HEPBHOM CUCTEME! Actinotrocha harmeri,
A. vancouverensis, A. sp. [ 1aBHBIM 271eMEHTOM HEPBHOH CHCTEMBI IMYMHOK
doponuz fBnsAETCA aMUKanbHbIH oprat. B ero coctase MOXKHO BBIIENUTH KITET-
KU TpeX TUIIOB, Pa3IHYAIOIIHECs PacTIoNokKeHHeM H 0COOeHHOCTAMHU TOHKO-
ro CTpoeHHs. B OCHOBHOM, 3TO YyBCTBUTEIIBHBIE KJIETKH, alMKaJlbHAA MO-
BEPXHOCTh KOTOPBIX HEeCeT KI'yTUK, a 6a3zajibHas NpeoOpa3oBaHa B JUTMHHBIH
HEPBHBIH OTPOCTOK. B anukabHOM LKWTOIUIa3ME KIIETOK ITPOXOIAT MOoIeped-
Hble MuodunaMenThl. Heiipornb obpa3osaH 6a3aibHEIMH OTPOCTKaMH KJle-
TOK. MeaHanpHBIH HEPBHBIH TPAKT NPeopaIbHOM JIONaCTH SIBJISAETCS IPOOII-
JKCHHEM HEHpOIIIIA allMKanbHOTO OPraHa M COCTOHT U3 TPEX ITyYKOB HEPBHBIX
BOJIOKOH. BOnu3u kpas npeopanpHOH nonacTH CpeAHHH MyHOK yTOIaeTCs
— 3aeck hopmupyeTcs GpoHTaIBHBI opraH. Baone kpas nepopansHoii Jio-
T1aCTH MPOXOAUT MaprUHAIBHEIHA HEPBHBIH TPAKT, B COCTAB KOTOPOTO BXOIAT
HEPBHBIE OTPOCTKU KIETOK 3IHUTEINS NTPEeAPOTOBOr0 peCHHYHOrO HYypa. B
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OCHOBaHHH MIyTaJiel] MPOXOAAT ABA MMOITYKOJIbLEBBIX HEPBHBIX TPaKTa: Haf-
LIy MaJIbLEBHI U TOALLYNIANBLEBbIH. B Kak10M Iynasblie MpoXoasT YeTbipe
MyYKa HEPBHBIX BOJIOKOH: JBa JIaTepo-(QPOHTAIBHEIX, GpOHTANBHEIHN 1 abd-
POHTaIbHBIA. Y JIHYMHOK (POPOHHUI U3 TPEX UMEIOIINXCH PECHUUHBIX IIHY-
POB TOJBKO OMH HHHEPBHPOBaH HanOosee MOLIHO. 3TO PECHUYHBIH LIHYP,
NpOXOASALIMEL BIOJB IIymasiel. B To >ke BpeMs TENOTPOX Y HEKOTOPBIX aKTH-
HOTpPOX HEe UHHEepBHPOBaH Boece. C1abo HHHEPBUPOBAH TaK e U NPeApoTOo-
BOi pecHUHBIH mHYp. Criabast HHHEpBALlMs TENOTPOXAa H MPEOPAILHOTO pec-
HUYHOTO HIHYpa aKTHHOTPOX MOXeT OBITh CBA3aHa C Te€M, YTO B IpoLecce
MeTamop$o3a TeJIOTPOX M NpeopalibHas JIONACTh BMECTE C PECHHYHBIM IIHY-
POM yTpadHBaroTcs. B T0 ske BpeMs Lynaubua JIHYHHOK 1 00J1aCTh, IIPHIEKa-
1125 K HUM, AAIOT Ha4yaJsio IynasslaM FOBEHHIBHOTO >KUBOTHOTO. AHANH3 opra-
HH3aLMH HEPBHOM CHCTEMBI JIMYMHOK (POPOHMJ MO3BOJISCT CPABHUBATH €€ C
HEPBHOM CHCTEMOH JINUYHHOK BTOPUYHOPOTBIX JKHBOTHBIX.

5.4. llonocts Tena. [Ipureneno onucanye MUKPOCKOMHYECKOH aHaTo-
MHH (B3aHMHOTO PACIIONIOKEHHS) LIEIOMHYECKUX M HEETOMHUECKHX TOJI0-
creii mmunHOK 8 BunoB Qopouna. Ha mpumepe Actinotrocha harmeri, A.
vancouverensis, A. Sp. OTIHICaHO TOHKOE CTPOCHHE KJIETOK M HEKJIETOYHOro
MarepHaja G1acTouens, a TaK ke KIETOK LeJTOMHUYeCKOH BRICTHIIKH BCEX OT-
JIeJIOB LiesioMa M LiesioMoluToB. bracronens Hanbonee pa3BHUT y JTHYMHOK
TeX BUAOB POPOHM, 1 KOTOPHIX XapaKTEPHO roJioneNarnieckoe pa3BUTHeE
(puc. 8A). B Gnacrouene BOPOTHHYKA Pa3BHBAIOTCS CKOIUICHUS! SPUTPOLIU-
TOB, H3-3a YETO OH IOTYYHJI Ha3BaHHEe — reMoLesb. [ eMouens — 3To riaB-
HBIH JIEMEHT KPOBEHOCHOH CHCTEMBI JIMUMHOK (opoHua. OT remoLend oT-
XOIAT padHasbHble KaHaJbl B K&KA0E LIyNajble U NPONOJIbHEIE KPOBEHOC-
HBIE COCYJIbI, PAacIOJIOKEHHbIE MEXTy TacTpPOAEPMHCOM H LIeJIOMHYECKON
BBICTHJIKO# TYJIOBHIIHOTO LieioMa. B monocTH Onactouesns 0OHapyKUBAIOT-
cst ameGonanbie kieTkn. Kpome aputpoinToB ¥ ameGoLuToB B GiacToueste
NPUCYTCTBYIOT MOHOLJIHAPHBIC MBILICUHBIE KIETKH, GOpMHpYOLIHE MyC-
KyNnaTypy JTHUAHKU. DPUTPOLMUTH! HECYT PYTUMEHTAPHBIH )KI'YTHUK U, BEPOAT-
HO, IPOHCXOIAT OT KTyTHKOBBIX ME30[epMATbHBIX KJIETOK, BHICEIMBIINXCS
U3 MepelHel CTeHKH apXeHTepoHa Ha cTamuH ractpynsl. Hanmuuve y nnun-
HOK XOPOILIO Pa3BUTOl KPOBEHOCHO# CHCTeMBbI — HeOOBIYHAS 0COOEHHOCTB,
yKa3pIBaOLIasl Ha BXKHOE 3HAYEHHE 3TOH CUCTEMBI OPraHoB Y GOpOHH.

BropuyHas nonocTs Tena noapasesieHa Ha TPH OTAeNa: NpepOTOBOH 1ie-
JIOM, pacMONOXKEHHBIH B MPeopalIbHOM JIONACTH, UIyNaIbLEBbIH H TYJIOBHIII-
Hbli uenomst (puc. 10A). Hamu onpoeepriayTo pacnpocTpaHUBIIEECS B JIU-
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Puc. 9. [leTanu TOHKOM OpraHM3alMy IMIMHOK GOPOHUA. A — 3mHuaepMHuC cyOyMO-
peJUIBI IpepabHOM JI0racTy (MpSMBIME HAaKOHEYHUKAMH YKa3aHbl allMKaJIbHbIE (U-
JIAMEHTBI, CTPEIKaMH — TIPOROJIbHbIe (UIaMeHThl). b — KIeTkM snuTenus nede-
HOYHOTO BBIpOCTa. B — OuLMIMapHsle Ki1eTku cpented kumku. I, JI — opranusa-
AL MYCKYIaTypsl y Actinotrocha harmeri (I') u A. vancouverensis (J1) (okpacka Ha
(baouIuH 1 KIIETOYHbIE Spa). E — 0TPOCTOK MBIIIEYHON KIETKU.
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TepaType MOCJEeIHHUX JIeT IpeicTaieHue 00 OTCYTCTBHH TPUMEPHH LIETIOMOB
y nu4yuHOK (4 B3pocinsix) dopouua. Hamu gokazaHo, 4to npeapoToBo Le-
JIOM JOCTOBEPHO UMEETCA Y IMIMHOK posia Phoronopsis, tae oH npeacTasis-
eT co0oii 3aMKHYTYIO LIMHAPHUYECKYIO NoJIocTh (puc. 10B), BhICTIaHHYIO
MOHOLMJTHAPHBIMH SIUTENTHATBHBIMH KIETKaMH. OTO COCTOSHHE paccMar-
pHUBaeTcs Kak 1esnomopdHoe. AoMopdHoe cocTosHue OOHapYy>KUBaeTCs y
JIHMMHOK pona Phoronis, y KOTOPBIX B IIPEOPABbHOM JIONACTH HET 3aMKHY-
TBIX LEJOMHYECKHX TMOJIOCTEH, OHAKO OOHAPYXHBAIOTCS KIETOUHBIE TAXKH,
00pa3oBaHHbIE OTPOCTHATHIMH MOHOLIMJIMAPHBIMH KJICTKAMH

I{ynasnbiieBbiii 1{eJI0M COCTOMT K3 OOIEro OCHOBAHHS U paayaibHbIX Lie-
JIOMMUYECKHUX KaHAJIOB, 3aXOAaluX B urynanbua (puc. 10B). Bricthinka mgy-
NaJILLEBOTO LEeJI0Ma 00pa30BaHa MOHOLIMJIMAPHEIMH 3ITHTETHATBHO-MBILIEY-
HBIMH KJIETKaMH.

TynoBHIIHEIH LIEIOM MMeeT GOpMY NOAKOBEL, PA30MKHYTOH Ha BEHTPalb-
HOM CTOPOHE Tena, Ilie MPOXOINT BeHTpalbHbIH Me3eHTepuii (puc. 10I7). Co-
MAaTOIIEBPa W CIUIaHXHOIUIEBpa O0Pa30BaHbI MHUTEIHAIbHO-MBILIEYHBIMH
JKTYTHKOBBIMU KJIETKaMH.

5.5. [InmeBapuTeabLHas cucTeMa. JaHO ONKMCaHNe MUKPOCKOITHYECKOH
aHaTOMMH ¥ YIETPACTPYKTYPHI MHIIEBAPHTENBHOIO TpakTa Actinotrocha
harmeri, A. vancouverensis, A. sp. COIIaCHO HalIMM JaHHBIM, MHUILEBAPH-
TelbHAs CHCTEMA JINYHHOK OPOHHI MOXKET OBITh Moapa3/iesieHa Ha HECKOJIBKO
OTHEJNIOB, PA3THYAIOINXCS 0COOEHHOCTAMH THCTONOTHYECKOI U LIUTOJIOTH-
4eCKON OpraHH3alluH, a TaK JKe BBINOIHAEMBIMH GYHKLHIMH: BeCTHOYIIOM,
TTHILEBO, >KETYIOK, CPeIHAS U 3a/1HAs KHLIKHU. JKeTynok akTHHOTpOX Xapak-
Tepu3yeTcs HaTHuleM 0coforo eyeHoYHOro BbIPOCTA, SMHUTEIHI KOTOPOro
0o0pasoBaH, N0 MPEUMYILECTBY, CEKPETOPHBIMH KIETKaMH, a TakK K& KIeTKa-
MH, B KOTOPBEIX TIPOMCXOIMT 3alacaHue MHUTaTeNnbHbIX BemecTB (puc. 9b).
KreTku anurenus cpenHei kukna SulinapHeie (puc. 9B), yro nossonsder
CPaBHHBATh UX C KJIETKaMH, 00pa3yIoIUMH THIOPHYECKHI OTAEN KHIIECUHH-
Ka B3pocibiX ¢opoHua. ToHKoe CTpOEHHE SMUTENHs 3afHeH KHUIKK aKTH-
HOTPOX CXOIHO C OpraHu3alUel 3Toro oTAeNna MUILIEBAPHTENTBHOIO TPAKTA Y
JIMYUHOK MITIOKOXKHX U CHJILHO Pa3HUTCS MO CPABHEHHIO CO CTPOEHHEM 3a-
HE# KHIIKH JTHYHHOK HOTYyXOpHOBBIX.

5.6. Myckynarypa. [IpuBeneHs! pe3ynbrarbl COOCTBEHHBIX JJIEKTPOHHO-
MHKPOCKONUYECKUX H HUMMYHOTHCTOXHMHYECKHX MCCIIEI0BAHHIH, BBHIIOJIHEH-
HBIX Ha Actinotrocha harmeri, A. vancouverensis, A. sp. Myckynartypa JHuH-
HOK (JOpOHHI UMeEET CII0XKHYIO aHATOMH4ECKYI0 opranusauuio (puc. 9T, J1).
Haubonee MomHO pa3BHUTa MyCKy/aTypa npeopasibHOH JIonacTH (B TOM YHC-
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OllB

I

Puc. 10. Cxema B3aMMHOI0 pacriojIOXKE€HHUT NOJOCTel Tena y Actinotrocha harmeri
Ha caruTTanbHOM cpese (A. [{BeTamu 0003HAYEHBI: YepHBI — UENOMUYECKHe M0~
JIOCTH, Cepblif — OnacToriesb, Oesblil — KUIIEYHUK 1 METACOMaIIbHBIN BBIPOCT (MB),
NIOJIOCKU — BEHTPaJIbHBIN Me3eHTepuii (BM)). b, B, ' — TpexmepHble peKOHCTPYK-
M NPEeJPOTOBOTO, IIYNAIBIEBOrO U TYJOBHIIHOIO [ENTOMOB (COOTBETCTBEHHO).
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jie BOKpyr nuiesona — puc. 9/1) u Boporauuka (puc. 90, ). Pabora stux
MBILIL 00eCIIEYNBAET CIOKHOE MOBEAEHHE TMYHHOK B TEUCHHE JNTUTEbHOR
’KU3HH B IUTAHKTOHE. MblleyHbIe K1eTKH 6aacrouens 6epyT cBoe Hauajio OT
KJICTOK, BBICENIUBLINXCS B MOJIOCTH OJACTOLIENS U3 SMUTEIUS BETCTaTHBHOTO
nonioca eie Ha cramuu 6nactynsl (puc. 7K). B xone metamopdo3a 311 MbILI-
1ibl, KaK 1 60J1b11ast 4YaCTh TMYMHOYHOTO TeNa, IETeHEPHPYIOT. B 1enoM ciiox-
HYIO MYCKYNaTypy JIMYHHOK (POPOHHI cliefyeT pacCMaTPHBATh KakK IPOBH-
30PHYIO CHCTEMY.

Ha ynerpacTpykTypHOM YpOBHE MBILILIE! Y JIMYHHOK (opoHu 06pa3osa-
HbI MOHOLIWJIMAPHBIMHU MBILIEYHBIMH KJIETKaMH, MHOQHIaMEHTHI B KOTOPBIX
OpraHu30BaHbI I10 THITY NONIEPEYHO-TI0I0caToi MyCKynatypsl (puc. 9E). Kiet-
KU He COEMHEHBI JIpyT C APYIOM CIELMaIM3HPOBAHHBIMM KJIETOYHBIMH KOH-
TaKkTaMH M He o0pa3yroT HacTosaux snureaneB. Ocoboe cTpoeHHe UMeeT
MYCKYJIaTypa CTEeHKH TeJla. 3AeCh B Ka4eCTBE KOJIbLIEBOH MYCKY/aTyphl BbIC-
TYNAIOT MBIIEYHBIE KJIETKH OIacToNess, a IPOoAOIbHOM — KIIETKH LieJIOMH-
4eCKOH BBICTHJIKH TYJIOBHIIHOTO LieJIOMa.

5.7. Beineantenbnas cucrema. ONucaHo pa3sBUTHE, MUKPOCKOIINYECKAS
AQHaTOMMA U YIBTPAaCTPYKTypa BhLIEHTENEHBIX OPraHoB Actinotrocha harmeri.
IMpoTonedpramy 3aKi1aABIBAlOTCS Ha pAaHHHX 3Tanax SMOpHOreHe3a Kak rnap-
HbI€ 3KTOJEpPMaJIbHBIE BISYUBAHHS NMOKPOBOB BHYTPb Tena. Y MonomoH A.
harmeri nipoToHeppUIUIi COCTOUT U3 MPAMOTO TPYOUATOro KaHaaa M HECKOb-
KHX JIeCSATKOB TEPMHUHAIEHBIX K1eTOK (puc. 11-[A). V ToH sxe MuuMHKH ne-
pen MetaMop$030M KaXkblii TPOTOHepHAMIT HECET IBE BETBU C TEPMHHAIb-
HBIMH KJIeTKaMH (BEPXHIOI0 M HHXKHIOK) H UMEET M30THYThIH KaHaj (pHC.
11-IB), oTkpBIBaIOLIHIiCA HE(PONIOPOM C BEHTPO-JIaTEPATIBHOMN CTOPOHBI TENA,
non mynaneuaMu. Hanuuue y muunHok U-00pa3sHOro BBIAENHTENBHOTO Ka-
HaJla — 3TO 4epTa B3pocibiX GopM, GopMHpYIOILAACS Yy JHYHHOK. TepMH-
HaJIBHBIC KJIETKH HECYT CAUHCTBCHHBIH XryTuk. Kanan o6pazoBaH MOHOLIH-
JINAPHBIMH KJIETKaMH, B KOTOPBIX NPOXOIAT MPEHMYLUECTBEHHO IMPOLIECCHI
peabcopbumu. ToHkoe cTpoeHHe NpoTOHEQpUAHEB IHYHHOK (GOPOHH] CpaB-
HHUMO CO CTPOEHHEM BBIICIIMTENbHBIX OPraHOB JINYMHOK [EPBUYHOPOTHIX
KHBOTHBIX M PE3KO OTIIHYAETCS OT OPraHU3alMH BBIAEITHTENBHBIX OPraHoR
JIHYHHOK BTOPHYHOPOTHIX.

5.8. MeTacomanbHblii KapMaH (BeIpocT). Bniepeeie npuseneHo onuca-
HHE TOHKOrO CTPOEHUS 3MUTETHA METACOMAJIEHOI'O KAPMAaHa U €r0 BHICTHJIKH
CO CTOpPOHBI MOJNOCTH TeNa y IMYHHOK JBYX BUAOB (OPOHHA, MpHHAIEXKA-
KX pasHBIM ponaM — Phoronis (Actinotrocha. sp.) u Phoronopsis (A. har-
meri). DIUTENHH METaCOMANBHOTO KapMaHa THYHHOK (opoHun ob6pasoBaH
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Puc. 11. PasBuTie BBIIETHTENBHBIX OpTaHoB Actinotrocha harmeri (1) B Xxode nuyu-
Ho4HOTO pa3suTysi (A, B) u B Metamopdose (B, I). [IpennonoxurensHsie cranuu ¢u-
JIOreHe3a BBLACMUTENBHEIX opraHoB dopoHun (II). A — ocHOBHOIT BeIIETUTENELHEII
OpraH — npoToHeGpUaHii, BOPOHKH HOPMHUPYIOTCS TOJIBKO Y TIOJIOBO3PENBIX 0colell B
nepuog Hepecta. b — npucoeauHe e BOPOHKU TOHOTYKTa K KaHaTy TpoToHehpuaus.
B — monHas pemyKius TepMUHAIBHEIX KIETOK H popMUpoBaHUEe HE(POMUKCHA.
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MOHOIMWIHAPHBIMU NOAAEPKUBAIOIINMH H JKEE3UCTHIMU KJIETKAMHU TPEX TH-
noB. OpraHu3anus NOJUIEP>KHUBAIOLIHX KIIETOK COOTBETCTBYET OPraHU3aLHH
3THX KJIETOK B SMUJIEPMHCE B3POCIIOTO XKUBOTHOTO. Pasnoobpasue xxenesuc-
TBIX KJIETOK B STUTEIHH METACOMAJIBHOTO MELIKa MOpa3io MEHBIIIE, HEXEIH
B NIOKPOBHOM STUTENINH B3POCIOro XKHUBOTHOrO. Mexxay GazanbHbiX 9acTtei
SMUTENHATBHBIX KIIETOK MPOXOAAT ITy4YKH HEPBHBIX BOJIOKOH, KOTOPHIE B Oy-
ayuweM chOpPMHUPYIOT HEPBHbIH IUIEKCYC TYNOBHINA B3POCIOrO JKUBOTHOTO.
V>ke Ha THIMHOYHOH CTaIMH B COCTAaBE METACOMAJIBHOTO MEIIKA MOXET OBITh
BBIJIEJIEHA YaCTh, COOTBETCTBYIOIIAS aMITyJIE B3POCJIOrO KUBOTHOTO. B aToit
YacTH KJIETKH [TPOJIOJIBHOM MyCKYJIaTyphl PHJIEXaT HEMOCPEACTBEHHO K CIIOI0
6azanpHOrO MarpHKca, a KIeTKH, o6pasyiolHe KOJIbLEBYIO MYCKYIaTypy,
pacnonararorcs Hag HUMH. Ha GonbLieM npoTshkeHHH METacoMaJlbHOrO Melli-
Ka KJIETKH MPOMONBHOH M KONBLEBOH MYCKYNarypsl 06pa3ylor MbILIEUHYIO
PeHIeTKY, KOTOpas XapaKTepHa JUisi NepeiHero TyJIOBHIHOTIO y4acTKa Tena
B3POCJIIOro JKHBOTHOTO.

IJTABA 6. METAMOP®O03

B rnape npuBeeHO oNHcaHHE MOCIEN0BATENEHBIX CTaauit MeTaMopdo3a
Phoronopsis harmeri, BriepBble H3y4eHHBIX METOAAMH MPKU3HEHHBIX Ha-
OmoneHuit, rucronornueckoit Texuuku 1 COM. Meramopdo3 THIHHOK ¢o-
POHMJI IIPOTEKAET C PeIYKLHMeH HEKOTOPBIX JIMUMHOYHBIX 06pa3oBaHuil. TeMm
He MeHee, O0NBLIIMHCTBO HMEIOIHXCS Y THYHHKH CHCTEM OPraHOB CTAHOBST-
Csl OpraHaMH B3pOCJIOro KHBOTHOTo. B xoae MeTaMopdo3a ManepHpyeTcs U
NoeflaeTcs 4YacTh IpeopajbHOM JONAacTH JIMUHHKK BMECTE C IVIaBHBIM He-
PBHBIM LEHTPOM — aNHKaJsHbIM opraHoM (puc. 12). lopcaisHOE HEPBHOE
CIUIETEHHE B3POCIIOro >KHBOTHOTO (popMupyeTcs 3aHoBo. KosbLieBoe HepBHOE
CIUIeTeHHe oOpa3yercs 3a CUeT HEPBHOT'O TPAKTa, MPOXOAALIEro Mo LIynaib-
Lamu JIMunHkY. JleprHuTHBHBIE Hiynansia y OonbiinHcTBa hopoHus obpa-
3YIOTCS HEMOCPEACTBEHHO M3 JIMUMHOYHBIX. [IpH 3TOM AHCTajbHBEIE KOHLIB!
JIMYMHOYHBIX Hiymiariell MauepHpyloTcs M MOeHaioTcs, a OcTaBlIMecs npo-
KCUMAJIbHBIE YaCTH Pa3pacTalOTCs M CTAHOBSTCS L{yNaJIbLIAMHU B3POCIIOTO XKH-
BOTHOTO. Y HEKOTOPHIX BHIOB (POPOHUA yIKE Ha JTHUMHOYHOM CTanuM Noss-
JAIOTCA 3a4aTKU Je(HHUTHBHBIX Liynanel. B sTom cilyyae JTHUHHOYHEIE
LIynanbLa B xoe Meramopdo3a MalepHpYIOTCS U NOeAI0TCs MOMHOCTHIO.
BenTpansHblit Me3eHTepHii THUHHKH JaeT OPaJbHbIi U aHAIBHBIH Me3eHTe-
PHH B3pOCJIOTO XHMBOTHOTO. JlaTrepasbHble ME3eHTEpHH B3pOC/IOi GHOpOHH-
Jbl o6pasyeTcs 3a CHeT aKTHBHOH HpONH(epaluy KJIETOK LeTOMHYeCKOH
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Puc. 12. Meramopdo3 Phoronopsis harmeri, cTaaus HOeIaHUs IPEOPaIbHOM J0Ma-
ctu (1), mo pasHeiM COM.

BBICTHIKK TYJIOBUIIHOTO Liesoma. [TuiieBapuTenbpHas cucteMa JTIHUHHKHY CTa-
HOBMTCS MMUIIEBAPUTENLHON CUCTEMOM B3POCIIOrO XXMBOTHOTO MPH 3TOM ITH-
IEBOJ JTMYMHKK TU(DepeHLHpyeTCs Ha MIOTKY U MHLIEBOJ B3POCIIOro JKH-
BOTHOTO. BepxHss 4acTh yKeJy/IKa JHIMHKH, CIeAyoIlas HeloCpeaACTBEHHO
3a MULIEBOIOM, CHJIBHO PACTSATHBAETCS U IaeT HAYaJIo MPeKENTyIKy B3poc-
JIOrO XHUBOTHOTO. JKenyoK M cpeiHss KHIIKA JIMYMHKH JAFOT JKeJNYJOK U
MHJIOPUYECKIO YacTh (COOTBETCTBEHHO) KHIIEYHUKA B3POCIION hopMeL. 3a-
Hsis KHIIKa THYUHKY TuddepeHumpyeTcs Ha CPEIHION, 3aJHIO0 U IPIMYIO
KHUIIKK B3pOcioi Gpoporuasl. JleUHUTHBHAS KPOBEHOCHAs CHCTeMa o0Opa-
3YeTCsl M3 KOJIBLIEBOTO FeMOLIEJIsI, Palia bHBIX KaHAJIOB LIyIaslell i POIOTb-
HBIX KPOBEHOCHbBIX KAHAJIOB JTHYHHKH.

IToka3aHO, 4TO BBIIETUTENbHBIE OPraHbl B3pOCIBIX (OPOHU/ MPEACTaB-
JSOT cOO0M HEPOMUKCHH, B KOTOPBIX BBIIEIHUTENBHbIH KaHa IPOUCXOIHUT
OT 9KTOIEPMAJIbHOTO KaHaJa MPOTOHE(PPUIHs, a BOPOHKA — OT ME307ep-
MaJILHOI'O 3MUTENIUS BLICTHIIKH TYNOBHIIHOTO Hesioma (puc. 11-IB, T). Pas-
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BUTHE BBIICTTUTENILHBIX OPraHoB GOPOHMA OT MPOTOHE(PPUANCE K HedpoMuK-
CHSIM, BEPOSITHO, OTPaxkaeT Pe3yNLTaT NOC/Ie[0BaTeIbHOH 9BOMIOLIMH He(pH-
JIHeB 3THX >KUBOTHBIX B ¢unorenese (puc. 11-1I).

ITIABA 7. K BOIIPOCY O IVIAHE CTPOEHUS
®OPOHHUA 1 UX ITOJIOXKEHUHN B CUCTEME
ZKHUBOTHOI'O HAPCTBA

PacripocTpaHeHHbIe B HAy4HOI M y4eOHOI JIHTepaType NpeACTaBIeHHS O
IUIaHe CTPOoeHHs! (JOPOHUA H HX MOJIOKEHHH B CHCTEME BBITEKAIOT U3 apXH-
LIeJIOMaTHOM KOHLIeNIMHY, KOTOpas BrepBhie Oblia npemiokena Mactepma-
HoM B koHIle XIX Beka (Masterman, 1898), a 3arem nmonxpaueHa u pa3BuTa B
pabortax Pemane (Remane, 1949), Ynppuxa (Ulrich, 1951), 3usunra (Siewing,
1980). ComacHo apxuiieToMaTHOMH koHLennH, npeakd Lophophorata u Deu-
terostomia ObUIM He MeTaMepHBIE, a apXUMepHbIe OpraHu3Mbl. OHU UMeEH
NPeIPOTOBOH LEIOM, IYNATbLEBbIH LeJIOM U HECEerMEHTHPOBAHHEIH TY/O-
BHUILHBIH LenoM. BoasHIMHCTBO HecaenoBareneli, H3y4aBLUIMX GOPOHUT Me-
TOIaMH CBETOBOH MHMKPOCKONHH, HE3aBUCHMO OT MX OTHOLLUEHHS K apXulie-
JIOMaTHOH KOHLIETILIMH, TIPU3HABAIN apXNMEPHIO STHX JKMBOTHBIX 1 BBIACHS-
T y HUX TPH OTZeNia LieJIoMa, KOTOpble COOTBETCTBYIOT TPEM OTIENaM Teia
BTOPUYHOPOTHIX >KHBOTHBIX (Zimmer, 1964, 1973, 1978, 1980; Siewing, 1974,
1975; Emig, Siewing, 1975; Emig, 1976a, b; Herrmann, 1976, 1980, 1986).
B pamkax apxunenomarHoii koHuenuun Lophophorata paccMarpuBannck Kak
CeCTpHHCKas IpyIna no oTHoieHuo k Deuterostomia (puc. 13).

s obpsacHeHHs: CBOeoOpa3HOro IIaHa CTPOEHUA B3pOCBIX (GOPOHHT
ObL1a NpeasioykeHa ruoTe3a CKIapIBaHUA THIIOTETHYECKOro OnaTepajibHO
CHMMETPHYHOIO mpelka Ha cnuHHyio cropoHy (Wilson, 1881; Mamkaes,
1962). CornacHo 3t0if runorese, yeppeobpasHele npeaxkH GOpOHUT OOHTAIH
B U-06pa3nbix Hopkax. [TocreneHHo npousouuio cOnmxeHe JByX MOJIOBU-
HOK TeJIa M MX cpactaHue. MMerolinecs y B3pocibiX GOpOHH] naTepajibHbIe
ME3eHTEPHH BO3HHK/IM B MECTE CONPHUKOCHOBEHHS LIEJIOMHYECKOTO MeLIKa
OJHO# MONIOBHHBI U LENOMUYECKOTO MELIKA APYrOii MOMOBHHBI.

Jlpyras Touka 3peHHs Ha ¢HIIoreHUIo GOpPOHUA NMpeAnoxkeHa B koHLe 20-
TO BeKa M CBSA3aHa OHA C MOABIEHHEM HOBBIX METOIOR MOJIEKYIISIPHBIX HCCIIe-
nosanuit (Halanych et al., 1995). CornacHo 31oii Touke 3peHus opoHUAb]
— rpyInmna poACTBeHHas TPOXOPOPHBIM KHUBOTHBIM H BMECTE C AaHHETTHAAMH,
MOJUTIOCKaMH H TUTOCKHMH YePBIMH 00pa3yeT eNHHbIH HAATUIIOBOH TAKCOH
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Spiralia Arthropoda Deuterostomia

Lophophorata

Protostomia

Bilateria

Puc. 13. TTonoxenne GopoHHA B CUCTEME JXKMBOTHOTO LIapCTBa, COMIACHO KJIacCHYeC-
KHM [peICTABICHHAM.

Lophotrochozoa (puc. 14). Dta Touka 3peHua He MPUHAMAETC GOJIBIINH-
CTBOM CPaBHUTEJIBHBIX aHATOMOB U MOP(O/IOroB, MOCKOIBKY HE HMEET OHe-
BHJIHBIX MOP(}ONIOrHYIEeCKUX MOATBEP>KICHUH.

B pesynbrate Hamy nccne1oBaHWi MBI IPULIUTH K HOBOI KOHUETILMH TUIa-~
Ha cTpoeHus ¢oponun u apyrux Lophophorata, kotopas, He oTpHIIas OCHOB-
HBIX [OJIO’KEHUI apXHULIeJIOMATHOH KOHUEIILUH U JIOBOJOB MONEKYIISIPHOi B 1-
JIOTCHETHKH, TIO3BOJISET PACCMATPUBATH (POPOHHI KAK METAMEpPHBIX )KHBOT-
HeIX. [ToneITaemMes npeacTaBUTE OCHOBHBIE OJIOYKEHHS 3TOH HOBOH KOHLIEN-
LIHH.

OTnpaBHBIM IYHKTOM HAIUHX PacCy:KIEHUH CTano HaJH4HME y MpeAcTa-
Buteneit Lophophorata arepaneHeix MezeHTepUeB. Y QOPOHHA, KaK yKe yIo-
MHHAJIOCh, JIaTepanbHble ME3EHTEPHH TPAKTOBAIIUCH KaK pe3yNBTaT CKiIaabl-
BaHHA npeaxoBoii Gopmsl Ha cruHHYI0 cTopoHy (Wilson, 1881; Mamkaes,
1962). Mrl yike yka3pIBaJIH, YTO 3Ta dleTaHTHAA KOHLENIHA B AeHCTBUTEb~
HOCTH He TMOATBEp;KAaeTCs XOA0M MeTamopdo3a jmuuHoK doponul. B ca-
MOM Jiene, Tu4ruHKa GOpOHH BOBCE HE CKJIAJIBIBACTCS Ha CITMHHYIO CTOPOHY
U He npuHumaer U-o6pazHyro dopMy. ¥V JTHUHHKH NPOCTO GOPMHUPYETCS
BBINAYMBaHHe Ha OproLHoi ctopoHe Tena (puc. 15B). Poct MeracomanbHoro
BBIPOCTA MPOUCXOIUT NEPIEHAUKYIAPHO OCH TeNa JIMYUHKU U NEpHEeHINUKY~
JIIPHO OCH MeTaMepHH, eciii Obl TakoBas Obuta. JlatepanbHble Me3eHTepHH
00pa3yloTcs B METACOMAIBHOM BBIPOCTE B IUIOCKOCTH NEPIECHIUKYIAPHOH
nepeAHe-3a/iHei 0CH JIMYHHKH, TO €CTh B TOI IUVIOCKOCTH, B KOTOPOH pacro-
Jarajauchk OBl IHCCENMUMEHTBI MEXIY cerMeHTaMu. Tak, MOxeT ObITh, JlaTe-
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Lop?@ozoa

Trochozoa Lophophorata Deuterostomia
(=Spiralia)

Ecdysosoa

Protostomia

Bilateria

Puc. 14. ITonoxenue ¢hopoHH B CHCTEME JKHBOTHOTO LIapCTBA, COMNIACHO HOBBIM JaH-
HBIM MOJIEKYJIPHOH (DUTOTEeHETHKHL.

PAIBHBIE ME3CHTEPUH NTPEACTABISIOT CO00H AUCCETTUMEHT MEXKILY ABYMS TY-
NOBUINHBIMH cerMeHTamu (puc. 15A)? Takas TpakToBKa NoATBep)KAaeTCS U
TeM, YTO Ha JIaTePaJIbHBIX ME3EHTEPHAX OTKPBIBAIOTCS BOPOHKU Hepuanes
(puc. 15B), kak 3T0 HMEET MECTO Y THITHYHBIX MeTaMepHbIX Bilateria. B aTom
ciry4ae (GOPOHHUIbI NOJKHBI PACCMaTPHBATHCS KAaK METaMepHble, TOYHEE OJTH-
roMepHbI€ OPraHU3MBI, UMEIOIIHE JABA TYJOBHILHBIX CETMEHTa.

TpakToBka natepanbHBIX Me3eHTEpHEB OPOHHI KaK AUCCENUMEHTA Mo~
myunsa Obl CONMUAHYIO MOANEPAKKY, €ClIH Obl 0KA3a0Ch, UTO JaTepasbHbIe
Me3eHTEPHH Apyrix Jododopar MIMEIOT Taky:o ke npupoxay. HrepecHo, 4ro
TOYKA 3PEHHS Ha JIaTepaJibHble ME3eHTepUH OpaXxHono/ Kak Ha AUCCeITMMEH-
Thl BBICKa3bIBaJach ellie TPHALATh JeT Haszaa (Gutmann et al., 1978). Unes
9Ta He MONTyYHIIa HUKAKOTO PaclipOCTpaHeHHS.

IMTocne BeIsIcCHEHHA OCOOEHHOCTEM OpraHH3alMu M Meramopdo3a JIHYH-
Hok Opaxuonoa Craniida B3MIsap! Ha NUTaH CTPOEHHS Opaxuomnos CyIecTBeH-
HO u3MeHHcs. Kak okazanocs nuuuHka Neocrania anomala uMeer Mera-
MepHoe crpoenue (Nielsen, 1991). V Hee ecTrs TpU napsl My4KOB HIETHHOK,
KOTOPBIM COOTBETCTBYIOT TPH Naphl IETOMHYECKHX MEIIKOB (IUIF0C Henap-
HbIH npeapoToroif uenom). [lpu Metamopdose nuunaka N. anomala cxna-
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Puc. 15. T'unoreTHueckas cxeMa rnpeod-
pa3oBaHus ILTaHa CTPoeHUs HOPOHUT B
¢uorenese. A — rHIOTCTHYECKUH ONTH-
roMepHsIil penok GOPOHHI ¢ TpeMs
OTZeNaMH LeJIOMa, TIPH 3TOM TYJIOBHII-
HbI1 LeJIOM NoJpa3fiesieH Ha IBa CerMeH-
Ta JUCCEMUMEHTOM, Ha KOTOPOM OTKpBI-
BAlOTCA BOPOHKH HedpHIuEB. b — mo-
sSIBJIEHIe BEHTPAJILHOTO BHIILIYNBAHUS, B
KOTOPBIif 3aTArMBAETCA METIA KHIIECUHH-
Ka ¥ QuMccenUMeHT. B — cxemarmsupo-
BaHHOE COBPEMEHHOE COCTOSHHE.

JbIBaeTCsA Ha OpIOIIHYIO CTOPOHY.
[Mepenusis 4acTh CIMHHON CTOPOHBI
JIMYUHKHY BBIJEISIET TaK Ha3blBae-
My CHUHHY10 (OpaxualbHYIO)
CTBOPKY, a 3a[Hss 4acTh CIIHHHON
CTOPOHBI — BEHTPAJILHYIO (TIeAanb-
Hy10) cTBOpPKY. [Ipeanonaraercs, uro
3TH [POLIECCHI OTPAXKAIOT QUITOreHe-
THYECKHE NpeoOpa3oBaHUA IUIaHA
cTpoenus OpaxHomnon.

Ecnu npunsaTh HAeo o ckiaabl-
BaHHM OpaxHOTOJ, TO CTAHOBUTCSH
MOHATHBIM HAJTMYKE Y HUX JlaTepalib-
HBIX Me3eHTepueB. OHH COOTBET-
CTBYKOT JBYM IIOCJIEI0OBATENIBHBIM
JAUCCENHMEHTaM, KOTOpble JAETHIH
TYJIOBHUILE NPEAKOBHIX GopM Opaxu-
onoj Ha TpH cerMmenTa (puc. 16).
CermeHTapHas NpHPOJA JaTepasb-
HBIX Me3eHTepUEB MOJUEPKUBACTCS
TEM, YTO Ha HUX OTKpPBIBAIOTCS BO-
POHKH He(pHIHEB, KaK 3TO 4acTo
ObIBaeT y METaMEpHBIX XHBOTHEIX
(HanpuMmep, aHHeUN). Y HEKOTOPBIX
npeacrasureneid orpsaga Lingulida
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HUMEETCS ABE TNaphbl TOHA/, KaXK1as U3 KOTOPBIX CBA3aHA C COOTBETCTBYIOIIUM
narepanbHBIM Me3eHTepHeM. Bee 310 moka3sbiBaeT, Uto OpaxHonoasl coxpa-
HSIOT CErMEHTApHYIO0 OPTaHU3aLHIO U BO B3POCJIOM COCTOSIHHH, HO METaMe-
pHsi MaCKMpYyeTcs HCKpHBIIEHUEM niepesiHe-3aHeit ocH. Takum obpasom, 6pa-
XMOTIONBI MMEIOT OOJTBLIE TYTIOBHLIHBIX CErMEHTOB, YeM (OpoHHABI. Y Opa-
XHOIIOA IBE Maphl JaTepalbHBIX ME3EHTEPUEB H, COOTBETCTBEHHO, TPH TYJIO-
BUIIHBIX cerMenTa. GopoHus! IMEIOT OIHY Napy JaTepajlbHbIX ME3ECHTEPH-
eB H, COOTBETCTBEHHO, /IBa TY/JIOBUII{HBIX CerMeHTa. bonee BhipaxkeHHas Lie-
JloMHYecKas MeTaMepus y Opaxuono/ KOppenupyeT ¢ HalHuHeM Y JIMUHHOK
METAMEPHBIX ITyYKOB IETHHOK.

Taxum obpasom, Lophophorata oka3piBatoTcst MeTaMepHBIMU KUBOTHBI-
MH. OOLMi cyeT LeTOMHYeCKUX KOMIIAPTMEHTOB Y (POPOHH] OKa3bIBAETCS
TaKHM: NPEAPOTOBOH L1eJIOM (BBIPAKEHHBIN Y THYUHOK Phoronopsis B BULe
LeJIOMHUCKOTO LHIHHIPA 1o ab0palIbHBIM OPraHoM, a y B3pocibixX GopM B
BUJIE LIeJIOMa 3ITHCTOMA), OKOJIOPOTOBOMH IIyNabLIEBBIH LIEJIOM, H 1BA TY/O-
BHIUHBIX CETMeHTa. Y 6paxHoro MeTaMepHs! BEIpakeHa yyTh MOJIHEe: y HUX
HUMEETCS TPH TYNIOBHLIHBIX CerMEHTa, Pa3ie/IeHHBIX AByMS NapaMH JaTepab-
HBIX Me3eHTepHeB. Y poponuapl M 6paxHonoasl, TakUM 06pa3oM — OJIUro-
MepHbie KUBOTHbIE (puc. 16). IIpHyrHa HX ONMUrOMEPHOCTH MOHATHA H CO-
CTOMT B TOM, YTO IJiaBHAs OChH Tejia B3POC/bIX GopM B 00EUX rpynnax nep-
NeHAHKyNsipHa ocU MeTaMmepu. [ToquepkHeM JIMILHKH pa3, YTO 3BOMIOLIMOH-
HbIEe NTpeoOpa30BaHuUs [1aHa CTPoeHus Y GopoHUA U Opaxuonon NpoTeKanu
M0-pPa3HOMY, YTO OTPaXaeTCs B pa3TMYHOM XapakTepe MeTamoptosa (B ox-
Holi rpymne ofpa3yercs OpIoHOi BBIPOCT, @ B Apyroi rpyrie Tei0 JHYHH-
KH CKJIajipIBaeTcs Ha GpIOUIHYIO CTOpOHY). K, TeM He MeHee, B 0beux rpyn-
nax MeTamMepus YACP>KHBAeTCA B OpraHu3aluMu B3pocislx Gopm. Jto roso-
PHT O TOM, YTO MeTaMepHsi — 0a3UCHas YepTa OpraHu3aLuH Jogodopar (puc.
16). Enuncreennas rpynmna Lophophorata, y koTopoii MeTaMepus yTpadeHa
MOJIHOCTBIO, — 3TO MIIAHKH. 3AeCh yTpaTa METAMEPHOCTH CBA3aHa C Kpaii-
Hell MUHHATIOpH3alHeil OTAeNbHBIX 0Co0ei B KOJIOHHH.

OOHapy>xeHue Meramepun y 10¢hoopar no3BosAeT C BHICOKOH CTeNEHbIO
BEPOATHOCTH NPEATIONOKHTE, YTO MeTaMepHasi OpraHu3alus epBUYHa U 1A
Beex Lophotrochozoa (puc. 16). Bonee Toro, Tot dhaxT, yro nuynuku Craniida
UMEIOT MeTaMepHbIe MyYKH ETHHOK (KOTOPble HIEHTHYHBI INETHHKAM I10-
JIUXET) MO3BOJIAET MPEoNaraTh, YTO METAMEPHBIE IETHHKOHOCHBIS NpU-
JIaTKH — 3TO cuHanoMopdeiii npusHak st Lophotrochozoa, 1 BepoaTHbIit
NpesoK 3TOH rpyIIbl HMeJ «aHHeNHAHYIO» opraHu3aumio. O0uero npeaka
Lophotrochozoa cnenyer npeacraensaTe cebe kak OpraHu3M ¢ BEIPOKEHHOMH
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PHORONIDA BRYOZOA BRACHIOPODA

kK TROCHOZOA

cKJIaabIBaHUE
Ha CIHHHYI0
CTOpPOHY

oOpasoBaune
BEHTPAJIBHOrO
BBIPOCTA I
yTpaTa WeTHHKOK

OIUroMepHbiil
npenok Lophophorata

MOJHMeEpPHBIIf
npenok Lophotrochozoa

Puc. 16. [IpeobpazoBaHue nnaHa CTpoeHUs U GUIOT€HETUYECKUE OTHOMIECHUS
Lophophorata.

LIeJIOMUYeCcKOH METaMEpPHE 1 MeTaMePHBIMH IETHHKOHOCHBIMU NpHIATKa~
MU (puc. 16).

Pazymeercs, 3TO He O3HauaeT, YTo aHHeMUALl ObUIN mpeakaMu Jododo-
par. AHHenHIbl — 5TO TUNHYHbIe Spiralia U UX pa3sBHUTHE XapaKTepU3yeTcs
THINUYHBIMH U1 3TOH TPYIbI CHHANOMOP(GHIMH, 2 HIMEHHO, A€TePMHHHPO-~
BAHHBIM CIIUPAIbHBIM JIpOOIeHHEM M TeN00TaCTHYECKHM CIIOcOO0M 3aKiiaj-
KH LIeJIOMUYeCKOi Me3onepMbl, Gepyuieit Havyano ot 4d 6nactomepa. Panu-
aJIbHOE HeIeTepMHUHUPOBAHHOE JPOOIeHHE U MHOTOKJIETOUHBIE CIIOCOOBI 3aK-
JaaKH LeTOMHYECKOH Me30oJepMbl (BKJIIOUAs 3HTEPOLEIHIO), HECOMHEHHO,
Gostee MPUMHTHBHBIE YEPThl Pa3BUTHA. DBOMIOLMSA BO3MOKHA OT HejeTep-
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MHHHUPOBAHHOIO PafHaNbHOro ApodneHus B CTOPOHY AeTePMHUHHUPOBAHHOTO
CIIMPAJIBHOTO, H OT MHOTOKJIETOYHBIX CIIOCOOO0B 3aKIaJKH ME30IePMEI K 3aK-
JIaJiKe Me30JIepMBI OT ABYX KJIETOK-Me300/1aCTOB, HO He Ha06opOT. DTO O3Ha-
yaer, yto Lophophorata oraenunuce ot creona Lophotrochozoa paHsiue Bo3-
HUKHOBEHHS TaKUX CHHaNoMop(¢Ui, Kak ciHpanbHoe ApodiieHHe U Teoba-
CTHYECKHH CI10co0 3aKTaqKi Me30IePMBI.

Coxpanenne y no¢odopar NpUMHTHBHBIX YEPT B Pa3BUTHH KOPPEJIUPYET
C LIeJIBIM PSIJIOM apXanyecKHX 0COOEHHOCTEH HX TKaHEBOH OpraHU3aLii: MO-
HOLWIHAPHBIH 3MHUTENHI B MOKPOBaX JIMUMHOK (BKJIIOYast PECHHYHBIE LIHY-
pBI) U B3pOCIBIX (OPM, SIUTENHANTEHO-MBILIEYHbIE KIETKH B SMUACPMHUCE
JHYHHOK, STTUTEHATBHO-MBIIIEYHbIe KIETKH B KUIIIEYHHKE B3POCIBIX GOpM,
SMHTETHATBHO-MBIIIEYHbIE MOHOLIMTHAPHBIE KJIETKH BBHICTHIIKH LIeJIOMa JIH-
YMHOK Y B3POCIIBIX KUBOTHBIX, HHTPASTIUTEIHATLHOE PACTIONOKEHNUE HEPBHOM
CHCTEMBI, HMEIOIel OpraHH3aLHIO HEPBHOTO IUIEKCYCca, OTCYTCTBUE MOCTO-
SHHO CYLIIECTBYFOLIMX F'OHAM H Jp.

CnupanpHoe apobnenue M TenobMacTHIeckuil crocod 3aKknaaKH Me3o-
nepMsl (Hapsay ¢ ApyrMMH YepTaMH OpraHH3auum) — cuHanomopduu Tro-
chozoa (syn. Spiralia). A ects it cunanomopduu y Lophophorata, sents, yuu-
ThIBask PyHAAMEHTaNBHOE pa3inyKe B [UIaHe CTpOoeHHUs GopoHua U Opaxuo-
noz, MOXET OKa3arbcs, 4to Lophophorata — nonmudunernyeckas rpynmna?
Ham npeacrapinsercs, 4To Takde cMHanoMopduu MoryT ObITh HalifeHsl. Y
Bcex Lophophorata npu Meramop¢o3e nmpoucXonuT penyKius MOYTH BCei
NIPEeIPOTOBOIL JIONIACTH BMECTE C alMKaJIbHBIM OpraHoM. B pesynerare 3Toro
y B3pocisix Jododopar npeapoToBOii OTAE peAyLUHPOBaH 10 CTENCHH OT-
HOCHTENBHO HeOONBIIOTO SMUCTOMA ¥ HET HATTIOTOYHOTO FAHIIINS, KOTOPBIH
3aKJIaJbIBAETCSA B CBS3M C alUKalbHBIM OpraHoM. Bropas cuHanoMopdus
Gonee TpagHLIHOHHA — 3TO HasH4He 1ododopa. 31ech BaKHO MONYEPKHYTh,
YTO peyb HIET HE O PECHHYHOM LIYNaNbleBOM annapare Boobile, a HMEHHO
o ogodope ¢ onpeneNeHHbIM IUIAHOM CTPOCHHS.

HNPUIOKEHUE. CHHOIICUC MUPOBOU ®AYHBI
®OPOHUJ

Cunoncuc npencraenser coboii cBoaky, 00001al0NIYIO CYHIECTBYIONINE
K HacTosLIEMy BPEMEHH CBEAEHHS IO TAKCOHOMHH, PacpOCTPaHEHHIO U
6uonoruu GopoHUA U UX TUIHHOK. [TogobOHas cBonKa BrepBbIE COCTABIEHA
Ha PYCCKOM A3BIKE, COAEPKHT OPUTHHANBHBIE JAHHEBIE, B TOM YHCJIC ONHCA-
HUS JABYX HOBBIX JUT HayKH BUAOB OPOHH, KIIOY /IS ONpeAeeHHS BCeX
CYLIECTBYIOLUX BUOB B3POCHBIX POPOHUI U JTHUHHOK.
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B mage npusenensl xapaktepuctiku tHna Phoronida u ayx pogos Phoro-
nis u Phoronopsis. JInga xaxnoro BuAa JaHa cBofHas Tabnuua, cogepsxatlas
OIMHCaHUs BAPHUPYIOLIHX ONpeAeTHTENIbHBIX TPU3HAKOB 10 JIMTEPATYPHBIM H
coOCTBEHHBIM JIaHHBIM. C y4ETOM HOBBIX JaHHBIX W PEBH3UH KaXKIOTO BHIA
JaHo ero yTouHeHHoe onucaHue. OnucaHue WITIOCTpUpoBaHo dhororpadus-
MH 1 pyCHHKaMH YKUBOTHBIX, THCTONIOMMYECKUX CPE30B Uepes pazHble y4acTKH
Tesa, TPEXMEPHBIMH PEKOHCTPYKLMAMH BbIACTIHTEIbHBIX opraHoB. JIns xax-
JI0T0 B/ NpHBeJeHbI AnddepeHInaNbHbIH IHarHo3, OnucaHue apeasa pac-
NIPOCTPaHEHHU S, WITIOCTPUPOBAHHOE KApTOH, Y CBEICHUS 1O OUONOTHH.

CHHOMNICHC COAEPKHAT NOAPOOHEBIE OMMCAHUS U3BECTHBIX Ha HACTOSIIHMH
MOMEHT JIHYHHOK GopoHuA. [t IHIHHOK YeThIpeX BHIOB IaHO MOxpobHOe
ONKCaHHUE JIMYMHOYHOTO Pa3BUTHS, WUIKOCTPHpOBaHHOE (oTorpadusaMu u
PUCYHKaMU JIMYUHOK HA Pa3HbIX CTaAUAX. [/ KaxKIOM IMYMHKH BBIAEIICHDI
OMpeie/IUTeNbHbIE PU3HAKU U 1aHO PA3BEPHYTOE ONUCAHHE MOPGOIOTHH H
aHaToOMHUH. Briepsble cocTaBnieH KiIio4 Ul ONpeAeNeH s THYHHOK GOpoHHa.
B kayectse npu3HaKa IA ONpeae/eHHs podOBOH MPHHAUIEKHOCTH JTHYH-
HOK TPeUI0KEHO UCIIONB30BaTh OpMY MPEIPOTOBOTO LIEIOMA.

BbIBOJbI

1. ®opoHnas! XapakTepu3yeTcs HEOOBIUHBIM COYETAHHEM CHELHAIH3H-
POBAHHOIO [JIaHA CTPOCHUA M BeCbMa apXau4HOH TKaHEeBOi opraHu3alieH,
a Tarkoke MPUMUTHBHBIM THIIOM 3MOPHOHAILHOTO Pa3BUTHSL.

2. IIpuMUTHBHOI 0COGEHHOCTHIO OPraHH3aldK MTOKPOBHOIO SMUTENHS
{hopoHHL ABNIAETCA TO, YTO OH OOPA30BaAH KIYTUKOBBIMU KJIETKAMH, IPHYEM
0a3anbHBIM TEJIOM XKIYTa CITYXMT OfIHA W3 LIEHTpUONeil. DnumepManbHbie
KJIETKHM HECYT MUKPOBOPCHHKH, KOTOPbIE IPOHH3BIBAIOT TPUMHTHBHYIO PbIX-
JIy10 npoTOKyTHKYTy. OGHapy>keHO, YTO MPOTOKYTHKYJA (OPOHHI 3acelieHa
CUMOHOTHYECKUMH GaKTepUsMu,

3. ApXanuHbIM ABISIETCA CTPOEHHE HEPBHOI cUcTeMBI GOPOHHA, KOTOpas
JIMIIEeHa HEPBHLIX FAHNINEB U OPraHU30BAHHA MO THILY HHTPAsMUIEpPMab-
HOTO HEPBHOIO IUIEKCyca. BolaBieHo, 4TO pacnoyioKeHHe 3IeMEHTOB HEPBHOM
CHCTEMBI B TOJIILE 3MUIEPMHUCA BO BCEX YUacTKax Tena MojgyuHiIeTcs obue-
My MJIaHy KJIETOYHO OpraHM3alpH: HeOCPEACTBEeHHO Hax Ga3anbHOM nac-
THHKOH MPOXOAAT HEPBHBIE BOJIOKHA, 00pa3yloillie HeHpONHiIb, Hal HUM
pacrnosararoTcs Tesa IUENof0OHbIX KIETOK, a €lLle BhILe — Te/la HEPBHBIX
wietok. CIOHCTas CTPYyKTypa HEPBHOTO JUIEKCYyca IPOHU3aHA OTPOCTKAMM
9KTO/IEpPMANIBHBIX NMOAAEPKHUBAIOIMX KIETOK, CHAO)KEHHBIX MOIIHBIMH TO-
Ho(UIaMEHTaMH.
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4. O6Hapy>XeHO, YTO BBHICTHIIKA LieloMa (OPOHU BO BCEX €ro yyacTKax
o0pa3zoBaHa NPUMHTHBHBIMU JKTYTHKOBBIMH 3MUTEIHANbHO-MBILIEYHBIMH
kieTkamu. Myckynarypa ¢opoHuI NpeacTaBnseT co0oi yacTp nenomMuyec-
KOH BBICTHJIKH M COXPAHAIOT OPraHU3aLHIO CJI0s1 3MHTeNHaIbHO-MBILIEYHBIX
JKTYTHKOBBIX KIeTOK. COKpaTuMas 4acTh MbILIEYHBIX KIIETOK OpraHy3oBaHa
IO THITYy ITaAKOH MYCKYJIaTyphl.

6. GopoHMAb NIMEIOT 3AMKHYTYIO CJIOKHO OPTraHH30BaHHYIO KPOBEHOC-
HYIO CHCTEMY, B COCTaB KOTOPOH BXOASAT [BA MOMNEPEUHBIX M YETHIpE (a He
TPH, KaK CHHTAJIOCH paHee) MPONOIBHBIX COCYaA, CENble KaMWUIAPBI Lyna-
JIell ¥ CJIOXKHAS KaNMUISIpHas CeTh, pa3BUTas Ha NMOBEPXHOCTH MHIIEBAPH-
TesibHOro TpakTa. OGHapYKeHO, YTO 1o 0COOEHHOCTAM YABTPacTPyKTYPHOH
OpraHu3alUK COCYAUCTad CTeHKa y GopoHu MoxeT OBITh NoApasieneHa Ha
TPH INABHBIX THNA: JBYXCJIOHHAdA, TPEXCIIOHHAS H LIECTHUCIIONHAS.

7. BniepBble nposeeHHbIH (YHKIHOHAIBHO-MOPGOIOrHYeCKHH aHaIH3
(GHUNBETPaHOHHOrO anmnapara (GOPOHHA TOKa3all, YTO B3BELUEHHHIE B BOJE
YACTHLBI 331€PIKHMBAIOTCS CUTOM U3 JIaTepo-QpOHTATBHBIX pECHHYEK, OTOpa-
CBHIBAIOTCA Ha GPOHTANLHYIO MOBEPXHOCTE U TPAHCNIOPTUPYIOTCS K OCHOBA-~
HHto urynanel. [TokazaHo, 4TO TIPOTsxeHHas SMUCTOMHAs CKIaaKa Harpas-
JICHHAas B CTOPOHY BHEWIHEro pAAa Liynajiel perylupyer BEpXHHUH pasMep
YacTHUL MPOHMKAIOIHX B MUIEBOH XenoOoK, BeNyIHH KO PTy.

8. BriepBble, OCHOBBIBasiCh Ha 0COOCHHOCTSX LIUTOJIOTHYECKOH OpraHm3a-
LHH, MPEATIOKEHO HOBOE MOAPA3AEIICHHE MUILEBAPUTENLHOIO TPaKTa Gopo-
HUJ Ha CAEAYIOILHE OTAENbL: IJIOTKA, MHIIEBOI, MPELKETyNOK, KEIyA0K, TH-
JIopHYecKas 4acTh, CPCAHAA, 3a/{HAA H nIpsimast KHLIKK. Bo Bcex oTaenax rac-
TPOJEPMHUC NPEACTaBIeH MOHOLMTHAPHBIMH MHKPOBHWUIPHBIMH KJIETKAMH.
ApxanuHoll 0COOEHHOCTHIO THCTONOTHUSCKONW OPraHM3aluy KHIeYHHMKa
(GOpOHUJL SABNAETCS TO, UTO B KEITYIKE M CPe/iHeH KMIIKe racTpoaepMuc o6-
Pa3oBaH 3MHUTEHANTBEHO-MBIIIEYHBIMH KJIETKaMH.

9. BeigenutenbHble OpraHbl MpeACTaBIeHbl NApHbIMH HEQPHIHIMH, CO-
CTOSIIMMM U3 PeCHUYHOW BOPOHKH H BBIIEIMTENBHOrO kKaHana. CTpoeHHe
JUCTAJIbHOH YacTH Hepuaus SBNSETCS ONHUM U3 BAKHEHINX onpeneny-
TEJIBHBIX IPU3HAKOB B TAKCOHOMHH oponu. Briepssie 1u1g doporun obHa-
PY>KeH NoNoBOH IMMOP(H3M B CTPOSHHH AUCTANIBHON YacTH Hedpuaus. Onu-
TeHi BOPOHKH U KaHaia 00pa3oBaH MOHOLMJIHAPHBIMH dIHTe/IHaIbHO-MBI-
IIEYHBIMH KJIETKAMM, B KOTOPBIX MHO(HIAMEHTBI TIPOXOAAT B aMKATBHBIX
(BOpoHKa, KaHa) U 6azanbHEIX (KaHA) YacTAX.

10. ¥V ¢opoHHA HET NOCTOSHHO CYLIECTBYIOMWMUX roHan. OoreHes MOXeT
ObITh 0XapaKTePHU30BaH KaK ayTOCHHTeTHYEeCKUit Ha OoHe pa3BHTOro GoUIH-
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kyna. FiMerorcst HapyKHbie penpofyKTHBHBIE OpraHbl, NpeaCcTaBIeHHbIC HU-
JaMeHTapHBIMH 3Kene3aMu U JlopodopaibHeIMU opraHaMi. OHH npecTas-
as10T coboi pa3pacTanue snuTenus 10hodopasbHON BOTHYTOCTH U 3MUTE-
must abpoHTaNLHOI CTOPOHBI IyNasiell BHyTpeHHero pafa. Hunamentans-
HblE JKEJe3Bl BBIIEISIOT CEKpeT, CICUBAIOLINIl pa3BUBAIOILMECS B KPOHE
1rynanel sSMOpHOHBI B ckorleHus. B nododopanbHbIX opranax NpoUcXOAHT
¢opmHpoBaHKe criepMaTodopoB.

11. OnpoBeprayTsHl paHee CyUIECTROBABIIME B UTEpaType MpeAcTaBie-
HMS O CIMPAJIBHOM THIE Apobnenus ¢opoung. Jpobnenue aina popoHug
HeJleTEpPMHUHMPOBAHHOE H NMPOTEKAaeT M0 pagHalbHOMY TUILYy. MesonepMma
¢dhopMupyeTcs U3 IBYX MHOTOKJIETOUHBIX 3a4aTKOB — IEPEJHETO H 33qHETO,
NPH 3TOM nepefHui obpa3yercs 3a cueT UMMHIPALMH KIETOK, 3aJHHH —
THITUYHBIM 3HTEPOLENBHBIM criocoboM. Tlepennnii 3a4aTok 1aeT Hayaso npe-
POTOBOMY U LIyNalbLIEBOMY LIeIOMaM, 3aAHHH — TYJIOBHILHOMY LEJIOMY.

12. DopoHNAD XapaKTePH3YIOTCS pa3HOOOpa3sHeM TUIIOB TUUMHOYHOTO
passuTHd. B Hanbonee mpUMUTHBHOM THIIE CBOOOIHOE CYLIECTBOBAHHUE JIH-
YUHKA HAYMHAETCS CO CTAIUH JKI'yTHKOBOM OnacTynsl. JKryTUKOBBIA Xapak-
Tep MOKPOBHBIX KIETOK COXPAHACTCA Ha BCEX CTalMAX pa3BUTUA. PecHuY-
HbIe IIHYPBIJIMYHHOK (OpOHHA TOKe 00pa3oBaHb! KI'yTHKOBBIMH KIIETKaMH.
B snunepmuce THYMHKH 0OHapy KeHbI JHTENHATBHO-MBILICYHBIE KJIETKH.

13. PecHuyHBle IIHYpHl AKTHHOTPOXH NpE/CTARIECHB! NPEOPATLHBIM H
TIOCTOPANbHEIM PECHUYHBIMY HIHYpaMu U TenotpoxoM. [lynansuessiit an-
napart JIM4YUHKH o0pa3syeTcs 3a CYET NMOCTPOTOBOTO PECHUYHOrO LIHYypa. Pec-
HHYKHU NPEOpaIbHOTO HIHYpa OBIOT Criepe Ha3ak (KaK y NEpBHYHOPOTEHIX), &
PECHHYKH ITOCTOPAJIBHOTO — TAKXKe CNepean Hasal (KaK y BTOPUUYHOPOTHIX).
[lynanbua TMYHHKYA GYHKIMOHHPYIOT MO THITY “Up-stream’ MeXaHU3MY.

14. lokazaHO HAJIM4YKHE UCTHHHOI TPUMEPHH LeJIoMa Y JINUHHOK GOPOHHUT
pona Phoronopsis. TpuMepHast opraHu3aLys LeJJOMHUYECKOro anmapara — He-
XORHOE COCTOAHME Ui THUMHOK Qopouun. Y auuuuok popa Phoronis Ha-
Omonaercs pemaykuus IepeiHel CTEHKH NPEAPOTOBOTO LIEJIOMAa, YTO BEJIET K
YaCTHYHOH yTpaTe TPUMEpPHH LieoMa.

15. emomMudeckast BRICTHIIKA Y IMYHHOK 00pa30BaHa MOHOLMIHAPHBIMH
3MUTEIHANBHO-MBILIEYHBIMU KJIeTKaMu. OnucaHa KpOBEHOCHAs CHCTEMa Y
JMYHHOK (OPOHUJ, HATIH4HE KOTOPOH — YHHKaJIbHast 0COOEHHOCTH OpraHu-
3aLMH [UIAHKTOTPOGHBIX TMYUHOK O€CIO3BOHOYHBIX.

16. Briepeoie oGHapyeHO, YTo MycKystaTypa Tu4uHoK Goponun obpaso-
BaHa >KI'YTHKOBBIMH MBIIIEYHbIMH KJIeTKaMH OacTolens, Kotopele He o6pa-
3YIOT 3IMTEIHER, 2 UX COKPAaTHMas 4acTh OPraHH30BaHa o THITy Noneped-
HO-TI0/1I0CaTON MyCKY/IaTyphl.
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17. BnepBale npociexeHo pa3BHTHE BHIASTHUTEILHBIX OPTraHOB JIHYHHOK
Phoronopsis harmeri. O6HapyxeHo, uro nporoHepunuit obpasosan U-06-
PAa3HO HU30THYTHIM BBIIEITHTEILHBIM KaHATIOM M JBYMS BETBAMH, HECYLIMMH
TEPMUHAJIPHBIE KIIETKH.

18. Brieperie onucad meramopdo3 Phoronopsis harmeri. B xone Mera-
Mopd03a NPOUCXOIUT peayKUHs OONbLIEH YacTH MpeopabHOM JlonacTH (BMe-
cTe C aluKanbHEIM OPTaHOM) H JMCTaNbHBIX YYacTKOB Inynayel. Jledpunu-
TUBHBIE LI[yT1aJIbLia BO3HUKAIOT U3 6a3abHBIX yYaCTKOB JIMYUHOUHBIX LIyTIa-
nen. JlebuHUTHBHAS KPOBEHOCHAS CHCTEMA Pa3sBUBAETCH HA OCHOBE JIHUM-
HovHOM. IIpH MeTamMopdo3e NMPOHUCXOAUT PeAyKIHA TEPMHUHAIBHBIX KIETOK
NPOTOHE(PHINA, B SKTOJEPMaNIbHBIN KaHaJl IPOTOHE()PHANS OTKpBIBAETCS
BBIJICJIUTEJIbHAS BOPOHKA, POPMHUPYIOIIASCS 32 CHET ME301epMAJILHOTO 3TIH-
Tenmusa uenoma. Takum ofpasom, nedunutrsabie Heppuanu GOpOHUA CyTh
HE(PPOMHMKCHH.

19. Perusus Muporoit ¢ayxsr GopoHuy BeiiBIa B ee coctaBe 12 Banun-
HBIX BU/IOB (2 H3 HUX OIMCAHO aBTOPOM HACTOsALIEH paboTer), UMEIOLIMX BCe-
CBeTHOE pacnpocTpaneHue. B ¢ayne Poccun 3apeructpuposano 8 BUioB ¢o-
ponun, u3 Hux 8 B mopsax Jansuero Boctoka, 3 B UepHoM mope, 1 B benom
Mope (neppas HaXo[Ka NpecTaBHTeNnel THIa B ApKkTHIeckoM Oacceline).

20. Briepsele y 1M4uHHOK (GopoHUN BEIZENeHbI MOPGhOIOrHieckue NpH3Ha-
KH, TT03BOJIAIOILHE HAJEXKHO HIEHTHGULIMPOBATH POJI, & B Psifie CITyyaeB — H
Bua. B Bomax Poccun o6Hapy»xeHs! TMuHHKH 6 BUIoB (oponua. Brepreie
JU1st GOPOHH] OTNMCAHBI THTAHTCKHE JINYMHKH U IIPOAHANTU3UPOBaH (eHOMEeH
TMIaHTCKUX JTHYUHOK, KOTOPBIE H3BECTHBI B Pa3HBIX IPyINIIax )KHBOTHBIX: Y
KHIIEYHOMOJIOCTHBIX, PECHUYHBIX YepBeH, IOTyXOpAOBBIX, XOPAOBBIX.

21. Ananu3 ocobGeHHOCTEH opranu3alui U MetamMopdo3a GopoHHI Mo-
3BOJI2€T NPEAJIOKUTh HOBYIO TPaKTOBKY IUIaHa CTpoeHus GopoHun. Jlare-
PasIbHBIE ME3CHTEPHH SBJLSIOTCS NPOH3BOJHBIMH JHCCENMMEHTA MEXIY ABY-
M3 TYJIOBUILIHBIMH CETMEHTaMH, YTO NOATBEPXKAACTCA MX MOoXKeHueM (Tiep-
NEeHAUKYAIPHBIM K NIepeiHe-3aqHel OCH JIMUMHKY) U HAJTMYUeM Ha HHX BO-
POHOK Hedpuaue. Y Gpaxuonon UMEIOTCA Be Mapsl arepanbHBIX Me3eH-
TEPUEB — MPOH3BOAHEIX OT AUCCENMUMEHTOB MEXKIY TPeMs TYIOBHIIHEIMH
cermenTamu. Lophophorata, Takum 06pasoM, SBIIAI0TCA MeTaMEPHBIMH (TOY-
Hee, OJIMTOMEPHBIMH) )KMBOTHBIMH. JTO MO3BOJIAET NPU3HATH CIIPABEUTHBOCTD
BeIaeneHus TakcoHa Lophotrochozoa, B kotopom Lophophorata sistorcs
NPUMHTHMBHOH IPYNINOii, COXpAaHHBILEH I1e3HOMOPHBIE YepThl pa3BUTHSA U
TKaHeBOH opraHuzanyy.

46



Cropcox my0Oaukanui no reMe JHCCEpTauyy

Manaxos B.B., Temepesa E.H., 1999. 3m6puonanshoe pa3sutHe GOpoRHAR Phoronis
ifimai: 18a WCTOYHHUKA LIETOMHIYECKOH MesaxepMnl // Joknansr Poccriickolt Akame-
MHH HayK, 365 (4), 574-576.

Masaxos B.B., Temepesa E.H., 2000. IMOprosansHoe U TUYHHOYHOE Pa3BHTHE (opo-
Huge1 Phoronis ijimai // Buonorus mop4, 26 (6), 392-399.

Manaxos B.B., Temepesa E.H., 2000. [TpoGnema mianos crpoeHus JI0QoPOPHBIX KH-
BOTHEIX // Matepuans! 11 Beepoccmiickoro cuMno3nyma «Ko1orydeckue npodneMst
onToresesa» incturyt Guonormu pazsutus #M. H.K. Konsnosa, Mocksa. C. 8.

Temepesa E.H., Manaxos B.B., 1999. Hosg1ii Bix cepisigux opoung Phoronis svetlanae
(Lophophorata, Phoronida) u3 SInonckoro Mops // 3oomoruyeckuit xypxai, 78 (5),
626-630.

Temepena E.H., 2000. Hogrit Bun doponunsl Phoronopsis malakhovi (Lophophorata,
Phoronida) u3 Osxno-Kuraiickoro Mops // 3oonoruueckuii xypsan, 79 (9), 1088-
1093.

Temepesa E.H., Manaxos B.B., 2000. KposeHocHas cucrema auaunok ¢oponun // Jox-
Janwer Poceniickod AkaneMun Hayk, 375 (5), 712-714.

Temepesa E.H., Manaxop B.B., Sxosuc EJI., ®oxun M.B., 2000. Phoronis ovalis
(Phoronida, Lophophorata) B besiom Mope ~ neppas Haxoznka OpOHHI B ApKTHYeC-
koM baccetine // Joxnaast Poccuiickoit Axagemny Hayk, 374 (4) 1-3.

Temepesa E.H., Manaxos B.B., 2001. Mopconornsa ¢opounnst Phoronopsis harmeril/
Bbuonorus Mops, 27 (1), 34-42.

Temepesa E.H., Manaxos B.B., IOumu B.B., 2001. FucTonornd # ynsTpacTpyKTypa Kox-
HO-MYCKY.IEHOrO Memka ¢opoHuast Phoronopsis harmeri // Buonorua mops, 27 (3),
192-201.

Temepena E.H., Manaxog B.B., fxosuc E.JI., @oxur M.B., 2001. I1epas vaxoaxa dopo-
HuA B benom Mope // Marepuais V Hayusoii kondepenunn benoMopekoit GHonoru-
yeckoif cranuuu uMenn H.A. [Tepuora, 1012 asrycra 2000 roxa. C. 17-19.

Temepepa E.H., Manaxos B.B., 2002, ®opoHHIBI HEMEIOT 3ITHTETHATEHO-MBILIEYHBIE KIIET-
kH B kuinegnuke // Joxansl Poceuiickoit Axanemuu Hayk, 386 (4), 570~573.

Temepesa E.H., 2003. ®oponuast. Otuer o gesrensaoctH PAH B 2002 r. Baxnelimue
utorn. Mocksa. C. 57

Temepena E.H., Manaxos B.B., 2003. Opranuzauus 1 NpoUcX0oxIeHIe KPOBEHOCHOH cH-
cremar doponny // Joxnansl Poccuiickoit Akagemus Hayk, 389 (4), 1-4.

Temepena E.H., Manaxos B.B., 2004, YisTpacTpykTypa KpoOBEHOCHOH cHCTEME! GOPOHH-
Il Phoronopsis harmeri Pixell, 1912. 1. Karunwaps: // Buonorus Mops, 30 (1), 46-53.

Temepera E.H., Manaxos B.B., 2004. VisTpacTpyKrypa KpoBeHOCHO! cHCTeMH $opo-
Hunel Phoronopsis harmeri Pixell, 1912, I1. Tnarusie cocyast // Buonorus mops, 30
(2), 120-130.

Temepesa E.H., Manaxos B.B., 2004. Onpenesnrens mnunsox dopoHun AroHckoro Mops
// 3oomornueckuii xyprai, 83 (9), 1115-1126.

Temepena E.H., Manaxos B.B., 2004. OcobeHHOCTH MHKPOCKONHYECKOH aHATOMHM M
YIBTPACTPYKTYPEI MeTaHedpunues Gopouunsl Phoronopsis harmeri, Pixell, 1912

47



(Phoronida, Lophophorata) // 3oonorus 6ecnozeonoussix, 1 (1), 93-103.

Temepera E.H. 2005. ®opounpst // Buora Poccutickux Boa Anonckoro mMops. T.3: Bpa—
xuonozs! 4 poporuast. Branusocrok, dansHayka. C. 50-136.

Kysemuna T.B., Manaxos B. B., Temepena E.H., 2006, Anatomns 1eroMugeckoif CHCTe-
MEI 3aMKOBOI Opaxuonones Hemithyris psittacea (Brachiopoda, Articulata) // 3oomo-
ruyeckuii xypuan, 85 (9), 1118-1128.

Temepesa E.H., Manaxos B.B., 2006. PasBuTHe BLIIEIUTENLHEIX OPraHOB Y JIHYHHOK
$hOpOHHUI: OT NpoTORePpUAN K Hedpomukcuio // 3oonorudeckuii xypaan, 85 (6),
915-924,

Temepesa E.H., Manaxos B.B., 2006. Muxpockonmiyeckas aHaTOMUS 1 yIbTPacTpyKTypa
10HodOpATEHEIX OPraHOB U IPHIIEKALHX K HUM SIHTEIHER J0(GopopansHOi BOTHY-
TOCTH M aHanbHOro Oyrpa y dopouunsl Phoronopsis harmeri Pixell, 1912 (Lopho-
phorata, Phoronida) // Buonorus mops, 32 (6), 340-352.

Temepesa E.H., Manaxos B.B., 2006 Otser Tomacy Bapronomeycy: «JInaunxy Goporn-
Il Phoronopsis harmeri uMeIoT TpH otaena uenoma // 300510rus 6ecrio3B0HOYHEIX,
3 (1), 121

Temepesa E.H., Manaxos B.B., 2006. Jluuuuku doponunst Phoronopsis harmeri Pixell,
1912 (Phoronida) MMeIoT TPUMEPHYIO OpraHu3aIpo lenoMa / Jlokmags: Poccniic-
kolt Axanemun uayx, 410 (3), 1-5

Temepera E.H., Manaxos B.B., Uepusiues A.B., 2006. THraHTCKas AKTHHOTPOXA — NU-
yHHKa popormas! H3 KOxno-Kuralickoro Mops H eHOMEH MHIaHTCKHX JAYHHOK //
Hoxknanst Poccuiickoii Akagemuu Hayk, 410 (5), 1-4.

Temereva E.N., Malakhov V.V., 2006. Trimeric organization of the larval coelom in
phoronids // Abstracts of VII* International Larval Biology Symposium. P. 42.

Temereva E.N., 2006. Phoronid larvae of the Russian Seas // Abstracts of VII* International
Larval Biology Symposium. P. 52.

Manaxos B.B., Temepesa E.H., 2006, DmMOpuonanshoe U IMTHHOYHOE pa3BuTHE (opo-
uMA // COoprux crareii o Marepuanam Y0Cuneiinoi konbepernun namsrru A.B. Via-
Hora «IIpobnemMbl apomonmonHoH Mopdonorun xuBoTHEIX®. C. 77-78.

Temepera E.H., Manaxos B.B., 2006. Pazsurne BrinenurensHoit cucreMsr doporun //
C6opnnx cTare#i nio MarepuasiaM JO6uneitHo# koudepenunn namsry A.B. HsaHosa
«ITpobnemer sBomononnoi Mopdomorsn xkusotHEIX». C. 115-116.

Temepena E.H., Kynnkora B.A., 2007. Jluyunxu ¢oporun u3 sanusa Tepnenus (Ioro-
pocrounsiil Caxanun) / Brosnorus Mopd, 33 (1), 65-69.

Temereva E.N., Malakhov V.V,, 2007. Embryogenesis and larval development of phoronid
Phoronopsis harmeri Pixell, 1912: dual origin of the coelomic mesoderm // Invertebrate
Reproduction and Development, 50 (2), 57-66.

Temepesa E.H., Manaxos B.B., 2007. Pazsutue u ¢unoreHus doponnn // 3anuckn Ka-
3anckoro [ocymapereertoro Yuusepeurera. T, 149. Cepust EcrecTserHsie HaykH. KH.
3. C. 174~178.

Temereva E.N., 2008. New data on distribution, morphology and taxonomy of phoronid
larvae (Phoronida, Lophophorata) // Marine Biology Research. In press.

Temereva E.N., Malakhov V.V,, Yushin V.V,, 2008. Ultrastructural study of cogenesis in
the phoronid Phoronopsis harmeri (Phoronida) // Acta Zoologica. In press.

48



