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AHHOTaNNA

®opoHu/IbI — OTAEIBHBINA THII MOPCKHX OECIIO3BOHOYHBIX, ITOJIOKEHUE KOTOPOTo Ha (u-
JIoreHeTHUecKoM japeBe Bilateria 10 cux mop ocraercs MpeaMETOM OCTPBIX AucKyccuid. Tpa-
JULIMOHHO (OPOHHI CONMIKAIOT CO BTOPUYHOPOTHIMU JKMBOTHBIM, OJJTHAKO COTJIACHO ITOCIIE[I-
HUM MOJICKYJISIPHO-(OMIOTEHETUISCKUM HCCIIEIOBAHUAM, (POPOHHIBI CTOST OJMKE K TPOXO-
(hOpHBIM JKUBOTHBIM, 00pa3ys BMECTe ¢ HHMHU eauHylo rpymnmy Lophotrochozoa. CraTths
MPEJCTaBISACT COOOH MOMBITKY 00OOIIEHUS CYIIECTBYIONICH HH(QOpMAIH IO Pa3BUTHIO (O-
poHu. B paboTe paccMOTpEHbI TPH THIIA PA3BUTHS, XapAKTEPHbIE [T (POPOHUI U CBSI3aHHBIC
C pa3Mepamu Telia JKUBOTHBIX U, KaK CJIEACTBHE, C pa3MepaMHu sila: Tojonearnieckoe, pas-
BUTHE C BBIHAIIUBAHHUEM, JIEHUTOTpOodHOE. J[pobnerne y (HOpOHUA MPOTEKaeT MO paaualib-
HOMY Tumy. Te uiaM nHble MOAM(UKALMKA IPOOIEHHS CBSA3aHbI C MPHHAIJICKHOCTBIO K pa3-
HBIM THIIaM pa3BuTHs. Me3onepma (GOpMHUPYETCsl U3 IBYX 3a4aTKOB: NMEPEAHEr0 W 3aIHEro.
[epennuii Me3oepMaiIbHbIN 3a4aTOK (POPMUPYETCS ITyTEM UMMHUTPALUH KIETOK, a 33 JHUH —
SHTEPOLENBbHBIM IIyTeM. MoJjiofas JUYMHKA MMEET TPU PECHUYHBIX ILIHYpa: MPEeIpPOTOBOM,
MOCTPOTOBOM M TeNOTpoX. B pesynbrate pa3zButusi (GOpMHUPYIOTCS JIMUMHKH TPEX THIIOB.
B paboTe orMeueHbI 001IMe 3aKOHOMEPHOCTH CTPOCHUS M OCOOEHHOCTH NOBE/ICHHS IMYMHOK
Y BUJIOB C TOJIOMENIATHYECKUM PA3BUTHUEM U Y BUJIOB C BhIHAITHBAHUEM.

KioueBble ciioBa: Phoronida, Lophophorata, sM0proHaabHOE pa3BUTHE, JTHIYHMHOYHOE
pa3BUTHE, CTPOCHHUE JTMYHUHKH.

BBenenune

@DOpOHUABI — OTAETBHBIN THII MOPCKUX OECTIO3BOHOYHBIX, TOJ0XKEHHE KOTOPOTO
Ha QuioreneTnyeckoM apese Bilateria 1o cux mop ocraercs mpeAMETOM IUCKYCCHH.
CormacHo KimaccuueckuM mpexactaBieHusM [1-9], goponmasl — rpynma, Oam3Kas
K BTOPHYHOPOTHIM JKUBOTHBIM (HMIJIOKOXXHM U MOJTYXOPJIOBBIM) W 3aHUMAIOLIas Me-
CTO B OCHOBaHMH IpeBa Bilateria. B monp3y 3TuX npencraBieHuil CBUACTEIBCTBYIOT
MMEIOIIMECs JaHHBIE KJIACCHYECKOH 3MOpPHOIOrur, MOPQOIOTUH U CPaBHUTEIHHOM
aHaToMuH. OJIHAKO COTJIACHO COBPEMEHHBIM JaHHBIM MOJIEKYISpPHON (DHUIOTeHETHKN
¢opoHuABl U OpPaxMOMOABI PACCMATPHUBAIOTCS KaK IpyMIa, OMu3Kas K TUIHYHBIMH
TPOXO(QOPHBIM KHUBOTHBIM — aHHEIMJAM M MOJUIIOCKAMH, BMECTE C KOTOPBIMH OHHU
00pa3yrT HanTunoBoi TakcoH Lophotrochozoa [10, 11]. Llensro HacTosIICH paOOTHI
ABJISIETCSl 0000IICHNE CYIECTBYIOIMX 3HAHUN 10 3MOPHOHAIEHOMY U INUNHOYHOMY
pa3BuTHIO (HOPOHU.
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1. Knaccuduxkanusi TUIIOB pa3BUTHS

Y ¢GopoHHI MOXXHO BEIICTUTH 3 OCHOBHBIX THIA pa3BuTHs (cM. [12]). Bocmonb-
3yeMcsl 3TOH KIlacCHU(UKAIINEH, JOMOTHUB 1 PACITUPUB €e.

Tononenarnyeckoe pazpurue (tun 3 no [12]). Sitna menkue (okomno 80 MKM),
MHOTOYHUCIICHHBIE (TUI0IOBUTOCTh M3MEpsAETCs ThicsiuaMu). HepecT mpoucxoaut or-
JIOJIOTBOPEHHBIMHU SHUIIEKIIETKAMHU, BCE Pa3BUTHE, HAYMHAS C TIEPBBIX CTaaUuN qpodIe-
HUS, IPOUCXOIUT B TOJIIIE BOABI. JINYMHKY TUIAHKTOTPO(HBIE, KPYITHBIC (IOCTUTAIOT
pa3MepoB Oosiee 1 MM), Tpo3pavHbie, KaKk MPAaBUIO, MEJJICHHO ILIaBaroIIue, ¢ 00JIb-
mmM guciioMm miynanen (6onsire 20). Ussectno ans Phoronis pallida Silen, 1952,
Phoronis muelleri Selys-Longchamps, 1903, Phoronopsis harmeri Pixell, 1912,

Pa3Butue ¢ BhiHamuBanueM (tum 2 no [12]). Aitna kpynnasie (He menee 100
MKM), TUTOJIOBUTOCTh M3MeEpseTCs aecsATKaMu U coTHsAMH. [locie ormnomoTBopeHus
SMOPHOHBI BBIHAIIMBAKOTCS B CIIEIUALHBIX CKOIUICHUSIX B KPOHE HIyMayel J0 CTa-
JIUM MOJIOZION JIMYMHKH, K CBOOOAHOMY CYIIECTBOBAHHUIO MEPEXOAT JUYUHKHA — aK-
TUHOTPOXH. JINUMHKH mmaHKTOTpO(dHEIE, MeTKue (MeHee | MM), HeTpo3pavyHble, Obl-
CTPO TUIABAKOINKUE, C HEOOIBIIUM YUCIIOM HIyaiel (MaKCUMalbHOE YUCIIO HIyIaIell
14). UzBectno mist Phoronis ijimai Oka, 1897, Phoronis australis Haswell, 1883,
Phoronis hippocrepia Wright, 1856, Phoronis psammophila Cori, 1889.

JlemutoTpodHoe pazsurue (tun 1 mo [12]). Siina kpynHsie (6onee 125 Mkm),
MaJoYuCIIeHHBIE (TUT0M0BUTOCTh 10-20 smmm Ha 0co0B). DMOPHOHBI Pa3BUBAIOTCS
BHYTPH MaTEPUHCKOHN TPyOKH M JAFOT HAYaAJO IMOJI3AOIIUM HE MUATAIOIIMMCS JINYHH-
kaM. M3BecTHO ast ogHOTO BUAa Phoronis ovalis Wright, 1856.

2. Tosionenaruyeckoe pa3Burue

OTOT THUI pa3BUTHS UCCIEAOBAaH Ha TpeX Bumax dopouund: Ph. harmeri [13—15],
P. pallida [16], P. muelleri [17, 18]. 3ummep [19] cuutaer, uTo pa3BuTHe sifa ¢hopo-
HUJI HAYWHAETCS C MOMEHTA €ro BBEIOpOCa B MOPCKYIO BOAY, YTO CIYXHT ITyCKOBBIM
MEXaHW3MOM, WHULMHPYIOMMM 3MOpHoreHe3. JlanHele Hammx HaOmopeHuid [15], a
taxke nanaele Cenmu-Jlonman [20] u Parrenbapu [13] moka3eIBaroT, 4TO JEICHUS
CO3peBaHUs U JaKe MEepBbIE JeNeHUs APOOJICHHUS MOTYT HAUYWHATHCS BHYTPH MaTe-
pUHCKOTO opraHu3Ma. Hamu Obu1 oOHapyskeH SMOpHOH Ha cTaauu 4-x 0JlacTOMEpOB
B KaHane Hehpunus camku Ph. harmeri. Tem He MeHee OOJNBITUHCTBO OILIOIOTBO-
PEHHBIX SHIEKIETOK AeUCTBUTENLHO MIPUCTYIAIOT K IPOOJICHUIO BO BHEIIHEH Cpejie.

ToJIbKO 4TO BBILIEAIINAE B BOY sIilla OKPYKEHBI IPO3PAYHOM ClIErKa CMOPILEH-
HO# o0omoukoit TommuHOH 7—9 MM (puc. 1, A). Cryctsa 10—15 MuH KOHTYpBI 000-
JIOYKH pasriiaxuBarorcs. [lepBoe menenue ApoOIeHNs MPOTEKaeT B MEPUINOHATEHOM
HAaIpaBJICHUHU U CIIeTKa HEPaBHOMEPHO: OIMH 13 0JIacTOMEPOB HEMHOTO KpyITHEe ApY-
roro (puc. 1, B). HepaBHOMEPHOCTh TEPBOTO JIEEHUS W3BECTHA M ISl HEKOTOPBIX
Opyrux BunoB oponup [12, 21, 22]. 3agactyio 61acToMepbl OTXOIAT APYT OT IpyTa,
pactsaruBas 00OJIOUKY sila, a 3areM omsIth cxonsarcs (puc. 1, C). Y Ph. harmeri
MIPOMEKYTOK MEX]Y JieJeHusIMu cocTapiisieT 20—24 muH. bopo3nbl BTOpOro nefeHus
JpOOJICHUSI TAaK)KE PAacIoiaraloTcs B MEPUIMOHAIBHOM HampaBiieHuu (puc. 1, D).
Hauano BTOporo neneHust B IByX OJacToMepax MOXKET HE COBIAAATh, TAK YTO Ha KO-
POTKOE BpEeMsI MOKET BO3HHMKAThL CTaaws 3-X O1acToMepoB (OOBIYHO TEPBBIM HAUH-
HACT JICNIUTHCS MCHBIINI OacTomep).
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Tperse neneHue cierka aCHHXPOHHO. bopo3nmbl TpeTbero AeneHus TpoOieHuUs
pacmomnaraioTcs 3KBaTopHainbHo. Pacronoxkenne § 61acTOMEpPOB THIIMYHO AJISL Pav-
AIBHOTO JpOoONeHus: 4 aHMMAaNbHBIX OJlacToMepa JIeXKaT CTPOro Haja 4-Msi Berera-
tuBHBIMU (puc. 1, E). [lo nanasiM Xeppmanna [18], y Phoronis muelleri 60po3ap
TPEThEro JeNeHUs APOOJICHUS MPOXOAAT MOA HeKoTopsiM yriaoM (ot 0 mo 45°) k
aHMMaJIbHO-BETeTaTUBHOM OCH 3apoiplima. B pe3yipTare 3TOro mogydyuBIIMECsS aHU-
MaJIbHBIE W BETETaTHBHBIE OJIACTOMEPHI OKA3bIBAIOTCS PACTIOJIOXKEHHBIMH HE CTPOTO
JpyT HaJ APYroM, a CMEMIEHBl OTHOCUTEIBHO APYT Apyra Ha HEKOTOpbId yrou [18§]
(puc. 2, a—c). [To MHEHHIO aBTOPA, 3TOT (DAKT HE SBJIACTCS CBUICTCIHCTBOM CITUPAJIh-
Horo npobrnenus [18]. UaTepecHo, uto 1 B pabote 3ummepa [19] omucansr 8-KieTod-
Hble OMOpUOHBI Ph. harmeri, B KOTOPHIX aHUMaJbHbIE U BEreTaTHBHBIC 0JacTOMEPEI
CMEIlleHbl OTHOCUTENBHO JIpYT Apyra. BeposiTHO, 3Tu ciydaiiHble cMelleHus Ona-
CTOMEPOB MOCTYKUIIA TPUINHOHN TOTO, YTO B YaCTO UTUpyeMol pabote PaTtrenbapu
[13] npoGnenue hopoHuA XapakTepusyeTcs Kak CIHpalbHOE.

UeTBepToe M MOCIEAYIOUINE JAEJICHHUS MPOTEKAI0T aCHHXPOHHO: KaK IPaBHIIO,
aHUMalIbHBIC KIIETKH OINEPEKal0T BereTaTUBHBIC. BOPO3IbI YEeTBEPTOTO JIENEeHUs 3a-
KJIabIBAIOTCSI MEPUANOHAIBHO, OJHAKO YKe B Mpolecce JeNeHHs 01acToMephl pas-
JIBUTAIOTCS TaK, YTO BHYTPHU 3apOJIbIIIa MOsSBIsETCs monocTh (puc. 1, F). [Ipu stom
00pO3IBI, pa3feNsIoNINe CECTPUHCKUE KJIETKH, PACIloNararoTcsl IMoj YIJIOM K aHH-
MaJIbHO-BETETaTUBHOM OCH, M MPAaBUIBHOE paluaibHOE PAaCcONIoKEHHE 01acTOMEPOB
HapymiaeTcsi. Hanmnuue mojocT mo3BoJsieT XapakTepru3oBaTh 16-KIETOUHYIO CTaIuI0
pa3BUTHUS KaK OJIACTOMEPHYIO ONacTyIy.

Bopo3abl msATOr0 M MOCIEAYIOMUX AETCHUH ApOOJIEeHUs 3aKIaAbIBAIOTCS Kak
ITUPOTHBIE, TIPH 3TOM OJIACTOMEPHI pa3IBHTAIOTCS, (GOPMHUPYS OOMHUPHYIO IMOJIIOCTHh
OJIacToLENA.

Ha craguu okomno 1000 KJIeTOK MOSBISIOTCS KI'YTHKH, M ONacTyna HauuHaeT
nBurathes. bnactynma Ph. harmeri nveer (GopMy NpaBHIBLHOTO IMapa IHAMETPOM
260-270 mxMm (puc. 1, G-I). Ha anuMansHOM MOdIOCE CTEHKA OJIACTYIIBI UIMEET TOJ-
muHy 40-50 MM, a Ha BereTatuBHOM — 120—-140 mxm (puc. 1, ). YV P. muelleri Gna-
CTyJIa CJIeTKa BHITSHYTa B HaNpaBIICHUH aHUMAaJIbHO-BETeTaTHBHOW ocH (pwHc. 2, d).
Krerounast creHka OnacTynbl OUYeHb TOHKas — €€ TOJIIMHA He mpeBbimaer 10 MM,
OIHaKo U 'y P. muelleri 3aMeTHa pa3HHLA B TOJIIMHE SMUTEINS aHUMAaJIbHOTO U Bere-
TaTUBHOTO TIOJIFOCOB: 5 U 9 MKM COOTBETCTBEHHO (pHC. 2, d).

Bce knetkn 61actymnsl HecyT KryTuku. CHauana KTryTUKA BBITISIIAT OJTUHAKOBBI-
MU TI0 BceMy nepumMeTpy omacTynbl. OnmHaKo yxe dyepe3 12 9 mocie Hadaga JpoOIeHus
y Omactyiel Ph. harmeri CTAaHOBUTCSI 3aMETEH XOXOJIOK 00JIee JUIMHHBIX PECHUYEK Ha
aHNMaJIBHOM TToIToce (prc. 3, A). DTOT XOXOJIOK MPENCTABISAET COOON 3a4aTOK TeMEH-
HOTO CyJITaH4YHMKa. blacTynbl M1aBaloT aHUMaJIbHBIM TIOJIOCOM BIIEpe, BpaIlasich BO-
KpYT aHUMAaJIbHO-BETETaTUBHOM OCH MPOTHUB YacoBOH cTpenku. Y P. muelleri TemeH-
Hasl TUTACTHHKA CTAHOBUTCS 3aMETHA Ha CTaJIU¥ PaHHEH racTpyisl (puc. 2, ).

[epBbIM MPU3HAKOM TacTPYJSIUK SBISIETCS YIUIOMICHHE MTOBEPXHOCTH OnacTy-
JBI Ha BETETATHBHOM TMOJOce — (JOPMUPOBAHHE TaK HA3BIBAEMOTO «BEr€TaTHBHOTO
wratoy (puc. 1, J; 3, B). Co aHa mnato BHyTph OIACTONENS HAYMHAOTCS BHICENATHCS
otnenbHble KineTku (puc. 1, J; 3, B). [lo3aaee oHu ocenaioT Ha BHyTpEHHEH MoBepX-
HOCTH TI0 BCeMy NepuMeTpy 3apozsima (cm. puc. 3, C—I). BeposTHO, 3TH KIETKH
MOYKHO OTHECTH K ME3€HXUMHBIM: OHA (POPMHUPYIOT MYCKYJIaTypy OyAyIeil JTNINHKY,
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Puc. 1. PazButne Phoronopsis harmeri (uut. 1o [15]). A — omogoTBOpeHHAs SHIEKIIETKA C MOISIPHBIM
TenblieM (YKazaHo cTpenkoit). B — cramust 1Byx GiacToMepoB (JIEBbIi ciierka oosbliie mpasoro). C — asa
GnacTomepa, OTOLIEUINE APYT OT Apyra. Y OJHOTO U3 HUX 0Opa3yercs BHIISTYMBAHHE (CTpenka), Ha-
HPaBJICHHOE B CTOPOHY zApyroro. D — craaus yerbipex 6i1acromepos. E — cranus BocbMu 01acTOMEpOB.
F — uerBeproe nenenue npoOieHus, nospisercs HeOobluas MojaocTh BHYTpH 3apoapiua. G, H — kie-
To4Has OylacTyna ¢ oOmMpHBIM OyacToueneM BHYTpu. | — nenoOmacTyia: SNMTENUH BEreTaTHBHOIO
TIOJIFOCA CHIIBHO YTOJIMIEH. J — Ha4yayo racTpysisiiud, 00pa3oBaHKe IUIATO TacTpPyJibl. BUIHBI BHICEISIO-
LIMecs B TI0J0CTh OacTouens KIeTku (ykasaHbl cTpenkaMu). K — paHHss racTpyiia ¢ aHUMaJIbHBIM IU1a-
To (cTpenka). L — obOpa3oBanue mepemHero Me30AepMalbHOrO 3adaTka. M — racTpysia ¢ BBITSHYTHIM
6nactomopoM (cTpenk). BUIHBI OTHENbHEIE KIETKH HEepeaHEr0 Me30epMalIbHOrO 3a4aTKa (TOKa3aHbl
KOPOTKMMH cTpenkaMu). N — SMOpHOH C B3IyTOH NepenHeil yacThio — Oyayllel mpeopalbHOW Joma-
cTbto. O — MonoJas aKTHHOTPOXA C TEMEHHBIM CYJITaHUYMKOM (CTpEJKa) ¥ JABYMsI PECHUUHBIMH IIHYpa-
MH: [IPEOPJIBHBIM (IBE€ CTPEJKH) M HOCTOPAIBHBIM (KOpOoTKHe cTpenkn). MacmTab: A, C-E = 10 Mkm;
B, F, G =20 mxm; H-J = 30 mxm; K—O = 50 Mkm
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Puc. 2. Hekotopsie craguu passutust P. muelleri (uur. no [18]): a, b — Hayano tperbero aeneHus apoodie-
Hus (Ha (b) BUAHO cMelleHne 01acTOMEpOB OTHOCHUTEIBHO APYT Ipyra); ¢ — CTaausl BOCbMH OJacToMe-
POB (BUA ¢ aHUMATBHOTO/BETETaTHBHOTO MOJI0ca); d — OBaJbHAS IeT00TacTya; e, f — paHHsAsA racTpyia
C anmMKaJIbHOH IIacTHHKOH (spl), GmactomopoM (blap) u mepBbIMU «Me301epMaTIbHBIMIY KIeTKaMu (uk)
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BCETJa PacHojararorcs B OjacTolese U He y4acTBYIOT B (JOPMUPOBAHUU BBICTUIIKH
LETOMOB. DTH XK€ KJICTKH y paHHEH racTpyibl P. muelleri onuceiBaeT XeppMaHH
[18], Ha3siBas ux «mposapossimieBsiMu» (Urkeimzellen). OnHako, 0 €ro MHEHHIO,
9TH KJIETKU BXOJAT B COCTaB ME30AEPMBI.

lactpynsauusa npotekaet myteM nHBaruHauuu (puc. 1, K, 3, C). OgHoBpeMeHHO
C TacTpyJssinueil MPOUCXOMUT M3MEHEHHE (OPMBI 3apojblia. ANHUKaIbHBIH ITy4OK
PECHUYEK CMEIIAeTCsl BIIEpEea, a caMa aHMMalbHas MOBEPXHOCTh yIulomaercs, (op-
MUpYS «aHuManeHoe miaro» (puc. 1, K, 3, C).

BbrnacTonop mepBoHavyanbHO MpeACTaBIseT co00i HEOONBIIOe OKPYTJIOe OTBEp-
CTHE B LIEHTPE BEreTaTHBHOW MOBEPXHOCTU 3apojsiiia. [lepBoHauasbHO OH MMEET
OKpyTIyto opMy, a 3aTeM OH BHITATHBaeTCA B MEpeAHE3aqHEM HampaBieHuu. [Ipu
3TOM 0JIaCTOIIOp 3aHMMAET IMOYTH BCIO 3aJIHIOIO0 IOJIOBHHY OpIONIHOW (BereTaTHB-
HOHN) moBepxHOCTH 3apozpima (puc. 1, M). bokoBeie kpas OiacTrornopa HaYMHAIOT
cOMMKaTbesl, U OH 3aMBIKAeTCsl CHavyajla MOCpPeJrHe, a Io3JHee — U B 3aJHEl 4acTH
(puc. 3, E). CoxpanuBiieecst OT 6JacToropa OTBEPCTHE, COOTBETCTBYIOIIEE €ro Ie-
pelnHel 4YacTH, CTAHOBUTCS PTOM.

Ha craguu BeITSAHYTOTO OllacTomopa HaunHaeTcsl popMUpOBaHUE MEPEAHETO 3a-
yaTka mMe3onepmsl (puc. 1, L; 3, D). Ero o0pa3yroT KJIeTKH, BBICENIAIONIIUECS B II0-
JOCTh OJacToLens u3 nepeaHeil cTeHku apxeHTtepoHa. CHavyana nepeaHuil Mezonep-
MaJIbHBIM 3a4aTOK TPEACTaBIsieT COOOM KOMIAKTHBIA KIETOUYHBIH KOHIJIOMEpAT.
[lo3nnee kierkn (GoOpMUPYIOT MOAKOBOOOPa3HYI0 MaccCy, OXBaTHIBAIOILYIO IEepel-
HIOIO YacTh apXeHTEepoHa crepeau U ¢ 0okoB (puc. 3, E). ITocne momHOro 3aMbIKaHUS
Onacromopa BHYTpH HanOojiee MAacCHBHOW NPEAPOTOBOM YaCTH MOAKOBOOOPAa3HOTO
ME30[epMaJIbHOI0 3a4aTKa CXU3OLEIbHBIM CIHOCOOOM MOSBISETCS IOJIOCTh (PHC.
1, M; 3, F). Ot KOHIIOB IOJIKOBBI BHU3, B MIOCTOPAIBHYIO YacTh 3apPObIIIA BIOJb €r0
JaTepaibHBIX CTOPOH TAHYTCS J1Ba TsKa Me30JepMallbHBIX KieTok (puc. 1, N; 3, G).

IlepenHsis yacTh TMUMHKY YBEIMYMBACTCS B pa3Mepax, mpuodperas u3-3a 60Jib-
moro oobeMa Onacrouens my3sipesunayo Gopmy (puc. 1, N; 3, G). Ilpenporosas
YacTh HABHCACT HaJl POTOBBIM OTBEPCTHEM cliepear, GOpMHUpYs 3a4aTOYHYIO [OJIOB-
Hy10 jomnacts (puc. 3, H, I). Huxwss (To ecTh HaBUcaromas HaJo PTOM) MTOBEPXHOCTh
TOJIOBHOH JIONIACTH YIUIOIIAETCS, B PE3YJIbTATE Yero rojoBHasl JIONAcTh MOCTEICHHO
npuoOpeTaeT XxapakrepHyro ¢gopmy kamtomona. [lpu atom dhopmupyeTcs ymionieH-
HOE BOPOHKOOOpasHOe yriyOJieHHe — BECTHOYIIIOM, Ha JHE KOTOPOTO OTKPBIBACTCS
POTOBOE OTBEPCTHE — OCTAaTOK Ojacroropa. OpoHTaNbHAs MOBEPXHOCTH T'OJOBHOMN
JIOTIaCTH OKa3bIBAaeTCsl BABHHYTOW BIUIyOb BecTHOYJIIOMa, o0pa3ysl ero BEpXHIOIO
CTEHKY — «CyOyMOpeuTy» TOJOBHOM JIOMTacTH. BMecTe ¢ 3KTOMepMON CMEIaroTCes U
BCE €IIIe CBSI3aHHbIC C HEH Me30AepMalbHbIe KICTKU (MIPOUCXOISIIUE OT MEPEAHEr0
Kpas Omacromnopa). B pesynpTare ocHOBHasI 4acTh MPEIPOTOBOI ME30AEpMBI OKa3bl-
BAETCsl CBSA3aHHON C BHYTpPEHHEW MOBEPXHOCTHIO DKTOAEPMBbI HUXKHEU CTOPOHBI Io-
noBHO# nomactu (puc. 3, H, 1).

Y Ph. harmeri mMe3onepMalibHble KISTKH B TPEOPATbHOM JOmacTd oOpa3yroT
JUIMHHBIE TICEBJIONIONH, NPUKPEIUISIONINECS K BHYTPEHHEH [TOBEPXHOCTH KTOAEPMBI
B paiioHE anuKalbHO! IJIACTHHKH. Uepe3 HEKOTOpOoe BpeMs 4acTh ME30JepMalIbHBIX
KJIETOK CMEIIAETCS BBEPX, (OPMHUPYS TOJOBHON LUIHHIP TOJT alTUKAIBHOW TUIACTHH-
koit (puc. 3, H). Kak mokazamu mamm HemaBuue wcciemoBaHus [23], v Ph. harmeri
TOJIOBHOM LMJIMHIP CO BCEX CTOPOH 00pa3oBaH ME30ACPMAaJbHBIMU (MBIICYHBIMI)
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KIIETKaMH, TIO3TOMY TIOJIOCTh BHYTPH HETO MOKET pacCMAaTPHBATHCA KaK IIEJIOMUYe-
ckas. IlomocTs roJoBHOW JONACTH BIEpEH M MO3aqH TOJOBHOTO IUJIMHIPA JOKHA
OBITh OTHECEHA K OJIACTOIEINI0, TOCKOIBKY HE UMEET MOJTHON KJIETOYHOM BBICTHIIKH.

OKTOMIepMalIbHasT BOPOHKA BECTHOyIIOMa auddepeHIMpyeTcs Ha KOHUICCKYIO
TICPE/THIO0 YacTh (COOCTBEHHO BECTUOYIIIOM) M IMIIMHApHYeCKui nuieBoy (puc. 3, I).
Ha rpanuue skxToAepMalbHONM MU HHTOAEPMAIBHOM OTAEJIOB MHUILEBAPUTEIHHOTO
TpakTa (hopmupyetcs kinanad. O6IacTh KilarmaHa COOTBETCTBYET TIIyOOKO MOTPY3HB-
HIeMycsi IEpBUYHOMY POTOBOMY OTBEPCTHUIO — OCTAaTKy OnacTonopa.

OHTOAEpMalbHAs YacTh MUIEBAPUTEIBHOTO TPaKTa MEPBOHAYAILHO UMEET Melll-
koBUIHYIO (hopmy (puc. 3, G). 3areM Ha 3aJHEM KOHIIE SHTOAECPMAIBHOTO MEIIKa
NOSIBIISIETCS] BBICTYII, HApaBJICHHBIH K SKToJAepMe 3aaHero KoHna Tena (puc. 3, H).
OnHOBpEeMEHHO HaBCTpedy eMy (opMHpyeTcsl HErTyOOKOE BIISTYMBAHUE YKTOAEPMBI —
3a4aToK 3aJHed KUIKH. [Ipu ciiussHUM 000MX BBITITYMBAHUN (DOPMHUPYETCS CKBOZHOU
KuieyHuk (puc. 3, I).

B aTOT ke mepuoj MpOUCXOAUT 3aKiIajKa MPOTOHE(QPUINEB, 3a4aTKH KOTOPHIX
TIOSIBIISIIOTCSL KaK MMapHbBIE IOPCO-TaTepalIbHbIe BIISTYUBAHUS SKTOAEPMBI IO 00€ CTO-
POHBI OT aHyca (puc. 4, a). DTH BISYUBAHUS NPEACTABISIOT COOOW 3a4aTKH KaHAJIOB
Heppuaues. IlepBoHauanbHO OHM MMEIOT (OPMY KOPOTKHUX TPYOOK CO ClIerka pac-
IIAPEHHBIM OKPYTJIBIM JTUCTAILHBIM KOHIIOM. 3aTeM W3 SIUTENUS TUCTAIBHBIX KOH-
LIOB POTOHEe()PUINATIBHBIX 3a4aTKOB B MOJOCTH OJAcTOLENs BBIIBUTAIOTCS OTIEIb-
HBIE BEPETEHOBHIHBIE KJIETKH, KOTOPBIE CTAHOBATCS cojeHonuTramu (puc. 3, K).

Ko Bpemenu ¢popMupoBaHHs CKBO3HOTO KHIIIEYHUKA Y JIMYMHKH 00pa3yroTCs pec-
HUuYHBIEe MHYpPHI (puc. 1, O; 3, J). IlpeapoToBoil peCHUYHBIN LIHYp MPOXOAUT BAOJb
Kpasi IpeopaibHOM JlonacTd U uMeeT (HopMy TOAKOBBI, Kpasi KOTOPOH Pa3sOMKHYTHI
Ha CITMHHOH cTopoHe Tena. [locnepoToBoll peCHHYHBIH MTHYP CITyCKaeTCs M0 OOKOBBIM
CTOpPOHaM TeJla HaKJIOHHO M Y MOJIOABIX JIMYMHOK MPOXOAUT OYEHb HU3KO BIIECPEIH
anyca (puc. 3, J). Y Moom0o#t THIMHKHA UMEETCs] OOIHUPHOE OpaabHOE ToJIe (MEXKITY
BXOJIOM B BECTHOYJIFOM U BEHTPaJIbHOH YaCThIO IOCIEPOTOBOTO PECHHYHOTO LITHYPA).
C BHYTpEHHEH CTOPOHBI K AKTOAEPME OPAIbHOTO MOJISI IPUIIETal0oT MHOTOUHCIICHHBIE
Me30JepManbHbIe KiteTku (puc. 3, L). Onu 6epyT cBoe Hadaio OT ABYX CUMMETpHY-
HBIX TSDKEH Me30JiepMabHBIX KIETOK, MPOUCXOAANINX OT MEPETHEr0 Me30AepMallb-
Horo 3adaTka. [1o3ke IMEHHO OHH C(OPMHUPYIOT BHICTHIIKY IIyTaIbLEBOTO HEI0Ma.

dopMupoBaHHE 33HET0 ME30AEPMATIBLHOTO 3auaTka y Ph. harmeri HadunHaeTCA Ha
cTaguu Mononoi aktuHoTpoxu (puc. 3, K—L). Ha mepBeix 3ramax 3agHuii Me3oaep-
MaJIbHBIH 3a4aTOK MMeeT BUJI HeOOJIBIIOro OyTopKa, pacroioKeHHOTO Ha TPaHUIIe Cpe-
HEH M 3a7Hel KHITKU ¢ TOpcaabHOM CTOpOHHI (puc. 4, a, 6). IlocTerneHHo 3TOT Oyropok
pacTeT, yBeIMUMUBACTCS B pa3Mepax, B HEM IOSBISIETCS ITOJIOCTh, CBSI3aHHAS C TIOJIO-
CTBIO KHIIeYHHKa (puc. 4, B). 3aTeM 3aJHUI Me30/1epMaJIbHbINA 3a4aToOK OTIIHYPOBBIBA-
eTcs ¥ IpHoOpeTaeT GopMy ITOJKOBBI, OTHOAOIIEH KUIIIEYHUK C TOPCATLHON CTOPOHBI 1
¢ 6okoB (puc. 4, T). Ha Gonee mo3qHUX CTaAMsAX ABE BETBHU ITOJKOBHI METAIEls BCTpeE-
YaloTcs Ha OPIOIIHOM CTOpOHE, Te 00pa3yeTcsl BEHTPAJIbHBIN Me3eHTepHid (puc. 4, 11).

Mononas nmuuwaKa Ph. harmeri umeetr I'-o0pasyro dopmy. JlnmmHa TysoBwuia
mauHKH (0kos0 300 MkM) OH3Ka K AMaMeTpy mpeApoToBoit momactu (260—270 MkM)
(puc. 1, O; 3, K-L). AktuHOTpOXa MMEET Ipo3pauHble MOKPOBBI, Yepe3 KOTOphIe
MIPOCBEYNBACT MUIIEBAPUTENBHBIA TPAKT, MPOTOHEPPUINH, 3a4aTOK TYJIOBHITHOTO
1eJIoMa, TPaHUIlbl IPEIPOTOBOTO IIETIOMa.
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Puc. 3. DMOproHansHOEe W paHHEe JIMUMHOYHOE paszButue Ph. harmeri. PUCYHKY C XUBBIX OOBEKTOB.
JInunnka Ha (L) cierka npujaBieHa MOKPOBHBIM CTEKJIOM TaK, Y4TO IPeOpalibHasl JIONAcTh pa3BepHyTa
6okoM, a TynoBuie — pacom (muT. 1o [15]). A — menobnacTyna ¢ TeMEHHBIM CyJITaHYMKOM (at) U 00-
mmpHbIM Onactouenem (bl). B — Havano ractpyssnun (oOpa3oBaHue ILIaTO racTpysiel) (mc — BbICe-
JAI0IHMECs ME3CHXUMHBIE KieTkH). C — paHHsAs racTpyia ¢ aHUMaJIbHBIM I1aTo. D — nosiBieHue nepen-
HEro Me30JepMabHOro 3auatka. E — 3amMblkaHue Giacornopa M yBeNHUYEHHE NEePEeAHEro Me3oJepMallb-
HoOro 3adaTka. F — oOpa3zoBaHue moiocTu (pc) B MEpeJHEM LEIOMHYECKOM 3adaTke. G — MOsBICHHE
JaTepaNbHBIX TSDKEH Me30IepMallbHBIX KIIETOK (tmc). H — oOpa3oBaHme nmpeopabHOH JT0MAacTH U 3aMK-
HYTOH IeJIOMHUYEecKoi mosoctu B Hel (c1). dopmupoBanue 3avarka 3aaHed kumku (pi). I — obpazosa-
HHUE CKBO3HOTO KHIIEYHHUKA, TU(HPEepeHINPOBAHHOTO HAa OTAENBI (V — BECTHOYJIIIOM, 0€s — IHIIEBO/, S —
JKEJIKIIOK, ME — CPEIHsSI KHIIKA, in — 3aHss1 KUIIKa), U 3a4aTKOB npoTtoHedpuaues (ppn). J — monoxas
JMYUHKA C JABYMs PECHHYHBIMH IIHYpaMHU: HpeopanbHbiM (pt) W mocropanbHbiM (mt). K — muunnka
C 3aKJIaJbIBAIOLIMMCS 3aJJHUM Me30JepMallbHbIM 3a4aTkoM (pm). L — paspacranue 3ajHero mesoznep-
MaJIHOTO 3a4yaTka y TMYuHKU. Macmrad 50 Mkm
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Puc. 4. ®opmupoBanue 3a4aTKOB NPOTOHEPPUINEB U TYJIOBUIIHOIO LIE€JIOMa JUYMHKU (UMT. 1o [23]):
a — popMupoOBaHKe KaHAIOB poToHepuanes (depe3 60 4 nocie Havana podieHus); 6 — 3aKkIaaka Tyjo-
BHUIIHOTO IiesioMa (depe3 50 4 mocne Hayvana IpoOJIeHus); 6 — pa3pacTaHHe 3a4aTKa TYJIOBHIIHOTO Iie-
JIoOMa ¥ 3aKiIajKa nporoHedpuanes (depes 60 4 mocie Hadana qpoOneHwus); 2 — GOpMUPOBAaHHUE TOAKO-
BOOOPA3HOro TYJIOBUIHOTO IeJoMa (depe3 75 9 mociie Hadana ApoOieHHs); 0 — popMHpOBaHHE BEH-
TPAJILHOTO Me3eHTepHs (Y TMINHOK C YETHIPHMS IIyTIAIbIIAMH)
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3. PazBuTHe B 3MOPUOHAJIBHBIX CKOIJIEHUAX

OTOT THN pa3BUTHs W3ydYeH Ha JABYX Bupax Qoponun: P. ijimai [24-28] u
P. psammophila [12, 22].

VY Bcex BUJOB, JJI KOTOPBIX XapaKTEPHO Pa3BUTHE B AYMOPHOHAIBHBIX CKOILIC-
HUSIX, BBIIIEANINE HAPYKY OIJIOAOTBOPEHHBIC AHUICKIICTKH CKICUBAIOTCS APYT C APY-
TOM CEKpPETOM CHelHaTN3uPOBAaHHBIX HHUJIAMEHTAIBHBIX keie3 (puc. 5, A). Tem xe
CEKPETOM SMOPHOHBI MPUKJICUBAIOTCS K IIyNalbliaM U AHY JIopodopanbHOH BOTHY-
toctu (puc. 5, b). Cxieennbie SMOPHOHBI (POPMUPYIOT CKOTUIEHUS, KOTOPBIX MOXKET
ObITh oHO (P. psammophila) vniu nBa (P. ijimai, P. hippocrepia, P. australis). Yuc-
710 SMOPHOHOB B CKOIUIEHUH Konebnercs ot 7 a0 30. Slifna BRIMETHIBAIOTCS B OCHO-
BaHME CKOIUICHHS TaKMM 00pa3oM, 4TO MO Mepe Pa3BUTHS 3MOPHUOHBI TIOCTEIICHHO
MPOABUTAIOTCS BBEPX, M C(HOPMUPOBAHHBIC JTMYMHKH OKa3bIBAIOTCS Ha BEPIIMHAX
CKOIUICHUH. Pa3BuTHE B CKOIUICHHUSX UJET JO CTAMU CPOPMHUPOBAHHON aKTUHOTPO-
XH, KOTOpasi OTPBIBACTCS OT CKOIUICHHUS U YIUTbiBaeT. OIIOA0TBOPEHHbBIE SHIICKICTKA
00BIYHO WMEIOT HETPAaBMILHYIO (OPMY, OMpPEIeNIeMyl0 NaBJICHHEM COCEIHHX DM-
OpuoHOB (puc. 6, a). Jluametp stuir — okosio 100 MKM, OHUM OOTaThI JKEITKOM H TIPaK-
TUYECKH HEMPO3PAdHBI.

CaMmble paHHUE CTaJUH, KOTOPBIE yaaeTcs 0OHApYKUTh B 3MOPHOHAIBHBIX CKO-
wieHusx P. ijimai, — 3T0 cTaiuy MEepBOro W BTOPOTO JAeneHui co3peBanusa. Ha cpesax
yepes OIJIOJ0TBOPEHHYIO SIULEKIETKY Pa3InuyMMBbl KEHCKUH U MYXCKOW MPOHYKJIIE-
ycbl. [lepBrril pacnionaraeTcst Ha nepudeprun KIETKH y KIETOYHOW MEMOpPaHEbI, a BTO-
PO¥i, 9acTO MPEACTABIICHHBIM IPYIIIOH MIOTHBIX TIOOYJI, ISKUT B TONIIE [IATOILIA3MbI
(puc. 6, a). B manpHe#IIeM MPOHYKIICYCHI CONMKAIOTCS M PaCIIoIaraloTCs Ha MepH-
(hepun KIETKH, OKPY>KEHHBIE CBETJIBIM YYaCTKOM IIUTOILIA3MBbI, JTUIIIEHHBIM JKEITOY-
HBIX TpaHyla (puc. 7, A). [lo oOKOHUAHMM TIEPBOTO U BTOPOTO JICICHUIN CO3PEBaHUS
(hopMHpYIOTCS JIBa TOJISIPHBIX TEJIbIla, KOTOPHIE CHadala OOHAPYKUBAIOTCS BOJIHM3H
eAMHOTO sApa SAiIa, Mo KIeTOYHOH MeMOpaHoi (puc. 7, b), a 3areM oTaenstoTcs u
pacmoiararoTcs psiIoM APYr C IPYroM, ClIerKa MPUIIOJHUMAs TOHKYIO O0OJIOYKY,
KOTOPOH OKpYXKEHO S0 (puc. 8, a).

Bopozna mepBoro nmeneHus IpoOJieHUs MPOXOJUT B MEPUAMOHAIHLHOM Harpas-
nenuu (puc. 8, 0). [leproe nenenue ApoOICHNUS paBHOMEPHOE U JBa OjacToMepa BbI-
TJBSIIST TPUOTU3UTEILHO PaBHBEIME 10 00BbeMy (puc. 6, B; 7, B; 8, B). bopo3nbr BTO-
poro neneHust ApoOJIeHNUS TaKKe PACIIONaraloTCs B MEPUIMOHANBHBIX HAMIPABICHUSIX
(puc. 8, r). Hauana BTOporo neneHus B IByX OiacTomMepax MOTYT HE COBIaJaTh, TaK
YTO Ha KOPOTKOE BPEMS MOXKET JTakKe BO3HHMKATh CTamus 3-x Omactomepos (puc. 7, I).
Yetsipe Onacromepa MpUOTU3UTENHLHO paBHBI MO pasmepam (puc. 8, m). CormacHo
HalMM JaHHBIM [28], TpeThe AeneHue ApoOJICHUS MPOXOAWT B IKBATOPHAILHOM
TUTIOCKOCTH, B PE3YJIbTATEe YEro 3apOBIII OKa3hIBAETCS COCTOSIINM W3 § PaBHBIX IO
pa3mepam OmactomepoB (puc. 8, €). Pacmonoxenne O1acTOMEpOB COOTBETCTBYET
3aKOHOMEPHOCTSIM PaJIMAIBHOTO IPOOJICHHS: aHUMAJIbHBIE OJIACTOMEPHI JIeXKAaT CTPOTO
HaJ BereTaTUBHBIME. OHAKO, TI0 JaHHBIM MKkens! [24], Ha cramuu 8 0JaCTOMEpPOB y
3apoJIbIllia 3aMETHA pa3HUIA B pa3Mepax MEXy BEreTaTUBHBIMU M aHUMAIbHBIMU
KJICTKaMU: TepBble HEMHOTO OoJble, 4eM BTopble. KpoMe Toro, aHumanbHble Oa-
CTOMEpHI PACIoNaraloTCs He CTPOTO HaJl BETr€TaTUBHBIMH, & CMEIIEHB OTHOCHTEIHHO
HUX Ha HEKOTOpbIH yrou (puc. 7, ).
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Bopozaer geTBepToro meneHus MpoONIEHUS PACIIONaraloTcd B MEPUIHOHATBHOM
HanpasJIeHUU NPUOIM3UTENBHO MapajiieNibHO ApyT Apyry (puc. 8, 3). B pesynbrate
SMOpHMOH BBITATHBAeTCA B HAalpPaBIEHUH, MEPNEHANKYIIPHOM aHUMAJIbHO-
BEreTaTUBHOW OCH ¥ TUIOCKOCTH YETBEPTOTO JeNIeHUs, Mpuolperas IBYITydeBYIO
cuMmMeTpuio (puc. 8, n). Pasmepsl 6macromepoB Ha 16-KIeTOUHON CTaIuu MPUMEPHO
paBHBL. Bopozpl nsTOTrO HEneHus APOOJICHHS OPUEHTUPOBAHBI B MEPUIMOHAIEHOM
HaNpaBJICHUH, OHH MPUOIU3UTENHHO MapAIIIeNbHBI IPYT APYTY U MEePISHIUKYIAPHBI
0opo3aamM yeTBepToro AeieHus (puc. 8, k). 32-KIETOYHBIA SMOPHOH UMEET BHJ| JBYX-
CJIOWHOM IUIACTUHKM, COCTOSIIEN U3 ABYX IOJOBUH: aHUMAJIBHOW M BETreTaTUBHOM,
Ka)K1ast U3 KOTOPBIX COMEepxHT 1o 16 xierok (puc. 8, k). Takas popma miactuHkH
coxpansieTcsl Ha OoJiee MO3IHUX CTaAUSX Pa3BUTHsI, IO MEHbIIEeH Mepe 10 128-264-
KJIeTouHOM ctaauu (puc. 5, B). Onnako, mo nanasiM Mkenst [24], naunHas ¢ 32-kie-
TOYHOW CTajuu, SMOPHUOH IpruoOpeTaeT mapoodpasHy (GopMy, a Ha €ero BEereTaTHB-
HOM TIOJTIFOCE TOsBIIsieTCst oTBepceTue (puc. 7, E).

Ha cragmsax npoOneHus Mexnay OnacToMepamMH HET 3aMETHBIX IPOMEXKYTKOB.
Jlaxxe Ha cTaguy HECKOJIBKUX COT OJIACTOMEPOB 3apOJIBIIIN B OONBITUHCTBE CIIydacB
COXPaHSIOT yIioneHHyto ¢opmy (puc. 6, n). [lockonbky 3MOpHOHBI B OOJIBLIIMHCTBE
CllyYaeB JIMILICHBI MOJIOCTH OnacTouens (TouyHee, OHA MPEICTaBlieHa MICICBUIHBIM
MPOCTPAHCTBOM MEXIy aHUMAaIbHOW M BETETATHBHOM IUIACTHHKAMH KJIETOK), COOT-
BETCTBYIOIYIO CTaUIO CIeAYyeT KIacCU()UIMPOBATh KaK CTEppoOIacTyy.

Ha maganpHBIX 3Tamax racTpyJsiud TEMITH JeleHNH KIIETOK aHWUMAaJIbHOTO II0-
JIOCa 3HAYUTEIFHO OTCTAIOT OT TEMIIOB JIENEHUs OJacTOMEpPOB BETETATUBHOTO IIO-
JIFOCa 3apoAblla, B pe3yibTaTe Yero mocjaeJHue MpuoOpeTaroT KOIOOBUAHYIO (GOpMy
1 OKa3bIBAIOTCA CJIETKA BABUHYTHIMHU BHYTPH 3apoibliia (puc. 6, €). Y P. psammophila
repe]] HadajaoM TacTPYJSIUH 00pa3yeTcsl Tak Ha3blBa@MOE «IUIaTo racTpyisd [12]
(puc. 9, a). Ha Gonee mo3qHux craausix OOJBIIOE 3HAYCHHUE UTPaeT U3rHOaHue 3apo-
JIBIIIA, KOTOPBIN OKa3bIBAETCS COCTOSIINM M3 BBITYKJIOTO CJIOS 3KTOAEPMBI 1 BOTHY-
TOTO CIIOS SHTOAEPMEI (puc. 6, %—3; 9, b). Ha Oosee mo3mHUX 3Tamax racTpysisiiuu
oOpazyeTcst TIyOOKoe dHTOJIepMalibHOE BIstunBanue (puc. 9, c; 10, a), hopmuposa-
HUE KOTOPOTO, BEPOATHO, CIIEAyeT pacCMaTpUBaTh KaK pe3ylbTaT WHBarnHamuu. Ta-
KUM 00pa3oM, B TacTPyJIALIMN yUaCTBYET HECKOJIBKO MIPOIIECCOB: BpacTaHue (TOYHEe,
BIBHUTaHKE) SHTONEPMAIBHBIX KJIETOK, U3rH0aHne YIIOUICHHOTO 3apOo/bllia 1 WHBa-
ruHaIms. biactomnop nepBoHaYaIbHO UMEET OKPYTITYIO, a 3€TaM IIENIEBUAHYIO POopMy,
pacrionarasich B IIEHTPE BEreTaTHMBHOHN IMOJIOBHHBI 3aponsima (puc. 5, I'). bokoBsie
Kpas OjacTomopa cOMMKaroTcs, ¥ OT HETO OCTAaeTCsl OTBEPCTHE Ha MepeHeM KOHIIe
3apopIlIa, KOTOPOE MTO3/THEE CTAHOBUTCS POTOBBIM OTBEPCTHEM JTMUMHKH (puc. 5, ).

Mesonepma 3apojisiiia GOpMHPYETCs U3 JABYX 3a4aTKOB: IMEPEIHEr0 U 3a/IHETO.
[lepenuss me3oaepMa GopMHpyeTcs 3a CUET BBICEICHUS KIETOK U3 MepeaHeil yacTu
apXeHTepoHa. DTOT IpoIlecCc HAYMHAETCSA Ha CTaguu (HOPMUPOBAHUS MIEIEBUIHOTO
OnacToropa u POA0IDKAETCS BO BpeMsl ero 3aMblKaHusl. HekoTopele KIleTKH mepe-
Hell 4acTH apXeHTepoHa JeNATCS W MUTPUPYIOT U3 CTEHKH apXeHTepoHa B 0JyiacTo-
1eh mepeanei yactu amMopronHa (puc. 10, 6). OTH KIETKHA OceqaroT U3HYTPH Ha II0-
BEPXHOCTh 0a3aJbHBIX TUIACTUHOK 3KTO- U SHTOJEPMEI, (DOPMHUPYS BBICTHIIKY T'OJIOB-
Hoii noractu (puc. 10, B—T). 3agHue KOHIBI [IEJIOMHUYECKOTO 3a4aTKa paclpoCTpaHs-
FOTCSL BJIOJIb MIPAaBOM M JIEBOW CTOPOH TeJla MEXIY SKTO- U SHTOJEPMOM, MPOHUKAsS
MIPUMEPHO JI0 TIOJIOBUHBI JUIMHBI 3apojsia (puc. 10, ).
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Puc. 5. Hekotopsle ctanuu pa3Butus P. ijimai 10 JaHHBIM CKaHUPYIOIIEH 3JIEKTPOHHONH MUKPOCKOIIUU
(coOcTBeHHBIE HEOMYOIMKOBAaHHBIC NAHHBIC): A — CKOIUICHHE SMOPHOHOB (TIOKA3aHBI CTPEIKaMHU) B
KpoHe Inynajier; b — nBa sMOpHOHa, CKJICEHHbIE CEKpPeToM (II0Ka3aH CTpPEeJIKaMH) HUJIAMEHTaJIbHBIX
xkene3; B — amOpuon Ha craguu 64 knerok; I' — panuss ractpyna; I — aMOpHoH co chopMUPOBAHHBIM
PTOM M TOIbKO oOpasyroleiicss mpeopanbHOl JonacTeio; E — Mononmas aktmHOTpoxa. MacuitaOsi:
A =100 mxm; B-E = 30 Mmxkm
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Puc. 6. Hexoropsie crauu pa3sutus P. ijimai. PUCYHKH C THCTOJIOrHYECKUX cpe3oB (uuT. 1o [28]): a, 6 —
JICTICHUSI CO3PEBAHMsI; B — CTaAUs IBYX OJaCTOMEPOB; I' — CTaJHsl YEThIPEX 0JacCTOMEpOB; 1 — CTEppoO-
nactyna; e—3 — ractpyisinust. O6o3HaueHus: be — 6rmactonens, fp — XKEHCKHUH POHYKIIEYC, Mp — MYyX-
CKOM IPOHYKIIEYC, pb — nossipHoe Tenbiie. MacmTab 30 MkM

Puc. 7. Hexoropsre craguu passutus P. ijimai (nmr. 1o [24]): A, b — nenenus co3pesanus; B — cramus
nByx Omacromepos; I' — cramust Tpex Gmacromepos; [l — cramust BockMu GiacromepoB; E — cramms 32
kieTok. O6o3HaueHuUs: OJ1 — OIaCTOLEIb, KIT — )KEHCKHU IPOHYKIIEYC, MIT — MY>KCKO# NPOHYKJIEYC, IIT —
HOJISIPHOE TEJIbLIE
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Puc. 8. [IpoGinienue P. jjimai, cxema (mut. mo [28]): a — AiII0 ¢ MOMAPHBIMH TeIbLIAMK; O — HAYaJI0 mep-
BOTO JIeJICHHS APOOJICHHS; B — CTa M ABYX OJIACTOMEPOB; I' — BTOPOE JICNCHUE IPOOJICHHS; 1 — CTaus
YeThIpex OJIaCTOMEPOB; €—XK — CTaAus BOCBMH OJaCTOMEPOB C BETETaTHBHOTO Totoca (€) U cOOKy (K);
3 — 4eTBEPTOE JICNCHUE IPOOIICHNS; U — CTaaus 16 KIeTOK (B ¢ BEreTaTHBHOIO MOJIOCA); K — CTaus
32 xneToK (BHJ C BEreTaTHBHOTO MOJIIOCA); J1 — CTeppodIacTyia

Puc. 9. Pazutue P. psammophila (uut. no [12]): a — hopMupoBaHHE MJIaTO TacTPyIbl (gp) HA Berera-
TUBHOM ToJroce (Vp) 3apofsima; b — m3rudanue 3apoasima u GpopmupoBanue oiacrouens (B); ¢ — 06-
pa3oBaHUE SHTOAEPMAIBHOTO (en) BITYMBAHUS — apXCHTEPOHA (ar) W BBICEIECHHE ME30JEPMAIbHBIX
kierok (am, Im); d — 3ambIkanue Onacronopa, u3MeHeHHe (GOPMEI 3apOJIbIIa U TOSIBICHHE HEPBHOTO
raarus (ng); € — oOpa3oBaHUe NPEOPANBHOH JIONACTH ¢ MOJOCTHIO (p), BecTHOyIoMa (V), 3a4aTKOB
nporoHedpuaues (n), 3auatka 3aaHell kumkH (ip); f — Moonast akTHHOTpOXa ¢ MU depeHIIPOBAHHBIM
KUILIEYHUKOM (a — aHycC, i — 3a/iHsIs1 KHMIIKA, M — POT, 0€S — MHILEBOJ, S — JKEIYAOK, V — BECTHOYIIIOM),
HpeopasibHOM J0macThio (pol) 1 moJocThio B Hell (p), HEPBHBIM raHIveM, Inynansiamu (It), 3a4aTkom
TYJIOBHUIIHOTO 11esoMa (Mp)
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Puc. 10. DmOpuonanbHoe passutue P. ijimai. PUCYHKH ¢ THCTOJOIMYECKUX Cpe30B (HUT. 1o [28]): a —
HOINEPEYHBIH Cpe3 Yepe3 3apoJblll Ha CTaJuH LIENEBUAHOrO OiacTonopa; O — BBICEICHHE KIICTOK Ie-
peaHel Me30/1epMbl (CaruTTalbHBIHA cpe3); B — GOPMUPOBAHHE NEPEIHETO LIEIOMHYECKOro 3a4aTka (ca-
TUTTAJIBHBIHN cpe3); 1—e — PPOHTATIBHEIE CPe3bl OJHOTO M TOTO e SMOPHOHA HA CTaauu HOPMHUPOBAHUS
TIEPEIHEro EeJIOMUUECKOTo 3a4aTKa (I — OJrke K CIIMHHOM CTOPOHE, € — Orke K OpIOLTHOM CTOpOHE);
K — CaTUTTAJIBHBIN Ccpe3 MO3JHEro 3apoibllia Ha CTaauyu (JOPMUPOBAHMS 3aJ(HErO 3adaTKa LEIOMHYe-
CKOM Me30JepMBI; 3 — IapacarnTTAIBHEIH cpe3 Mo3Hero 3apojpima. O003HaYeHHs: ap — anuKaJIbHas
IUIACTHHKA, ar — apXeHTepoH, B — 6nacTonop, ¢l — mojocTs npeopaabHOU JIONAcTH, c3p — 3a4aToK TY-
JIOBHMIIHOTO IIeJI0OMa, ect — 9KTo/iepMa, ent — SHToJepMa, hgp — 3a4aTok 3aJHell KHIIKH, mes — Me30aep-
Ma, Np — 3a4aToK HeppUaus, tr — IynanbleBslii Banuk. MacmTab 20 MKM
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[To maenuio Hkensr ([24], fig. 26, 28), BbIceNeHHE KIETOK U3 DKTOJAECPMBI BETe-
TAaTHBHOTO IIOJIIOCA 3apOABIINIA B MOJOCTh ONAacTOLENsl HAUWHAETCs eIl Ha CTaJAuu
panneit ractpynsl. [lo nanasiM Emura [22], monydeHHBIM Ha P. psammophila, Beice-
JIeHWE Me30[EepPMANIbHBIX KIIETOK HauYWHAETCS Ha CTaJWH HM30THYTOTO 3apoAbIla C
ri1yOOKHM apXeHTepOHOM. [Ipy 3TOM KIIETKH BBICENSIOTCS IByMsI TPYMIIaMH: U3 TIe-
peaHelt u w3 3amHEll wactu apxeHTepoHa (puc. 9, c). Kierku mepemHeil rpymniisl
(«anterior mesodermy) MarOT HA4aJO BBICTHIIKE TOJIOBHOM JIOMACTH, a KJISTKH 33 HEH
rpymmsl («lateral mesoderm») B nanpHeimeM cQOPMHUPYIOT BHICTUIIKY IIYMAIbIIEBOTO
Y TYJIOBHUIIHOTO 11eJI0MOB (puc. 9, d—f).

[To namwmmM pansbM [28, 29], y P. ijimai 3a4aToK 3aJHENd Me30JIepMbl BIEPBLIC
HOSIBIISIETCS. y OYTH c(hOpMUPOBaHHON THUMHKH (puc. 10, e). 3agHsas yacTb KUIey-
HUKa (TaM, TJie TOCIEIHUI COSTUHSICTCS C PKTOAEPMOI 3aHET0 KOHIA Tena) obpa-
3yeT HemapHoe BhIMsTunBanue (puc. 10, €). DTo BHIISYUBAHUE MPEACTaBISLET COOOU
BBIPOCT JIOPCAJIbHON CTEHKM KHIICYHHMKA M COXPaHsSET MUTeNnaIbHoe cTpoeHne. Ha
OoJiee MO3AHUX CTAHSIX STOT 3a4aTOK OTIIHYPOBBIBAETCS OT KHIIKH U JACT HAYaJOo
BBICTUJIKE TYJIOBHUIIIHOTO IIEJIOMA.

Wzmenenus Gopmsbl 3apoasiiia npu (GOPMUPOBAHUH JIMUMHKH COTMPOBOXKAAIOTCS
HEpaBHOMEPHBIM POCTOM pPa3lIMYHBIX YacTed 3MOpuoHa. [IpeaporoBasi yacTtb M-
OproHa paspacTaeTcs W JaeT Hayalo TOJOBHOM JIOMAacTd, MO Mepe pa3BUTHUS BCe
CWIbHEe HaBucaroled Hago proMm (puc. 10, k). B nenTpe romoHo# nonactu ¢op-
MUPYETCS yTONIIEHUE IKTOAEPMBI — 3a4aTOK AaMMKaIbHOHN IJIACTUHKH, KOTOpas IO
Mepe POCcTa FOJIOBHOM JIOMACTH TaKKe CMEIASTCS BIIepe]l.

W3 He0OIBIIOr0 5KTOIEPMANILHOTO BIITYMBAHUS 00pa3yeTcs 3aHsAs KUILIKa, KO-
TOpasi COeNNHAETCS C ApXEHTEPOHOM, M KUIIIEYHNUK CTAHOBHUTCS CKBO3HBIM. C mopco-
JaTepallbHBIX CTOPOH OT aHyca 00pa3yIOTCsl MapHbIe BISTYMBAHUSA SKTOIEPMBI — 3TO
3a4aTKy KaHajloB mpoTtoHedpuaues (puc. 10, x).

ToJbKO 9TO OTOPBABIIHMECS OT CKOTUICHHI 3MOPHOHOB IWIMHKHU P. ijimai ©MeIoT
nuHy tena 180-220 mxm. [(namerp mpeopaibHO jomactd — A0 180 MKM — nuib
HEMHOTO YCTyMaeT AJIMHE CaMoil JIMYMHKH, YTO MPUAAET HOCIECAHUM XapaKTEPHYIO
I'-06paznyro dhopmy (puc. 11). Ha »ToM cTamuu y TMINHKA UMEIOTCS IBa PECHUYHBIX
IIHYpa: TMPEeOopabHBIN, MPOXOASIIUN BIOIb Kpas MPeopalbHON IJIOMACTH, U TOCTO-
paJIbHBIHN, HAYIINH 110 OPIOUTHOM U OOKOBBIM CTOpPOHAM Teja mo3agu pra. Oba mHypa
Pa30MKHYTHI Ha IOPCANBHOM CTOpOHE Tena. BJoias mocTpoTOBOTO HMIHYpa Y THYUHKA
(hopMupyIOTCS TapHBIE BHIPOCTHI — IIymaibiia (puc. 9, f).

JIMYMHKHA UMEIOT XapaKTepHYI0 OKpacKy Onarogapsi MArMEHTAallud Y€PHOTO SIIH-
JIepMIICa OpPaJIBHOTO TOJIA (0TO pTa 0 MOocTopanbHOro mHuypa) (puc. 11). B nertpe
MIpeopaIbHON JIOMACTH PACIONaraeTcsl amUKaIbHBIM MyYOK PECHUYEK, IMOJIOCTIaH-
HBIH YTOJNIIEHHEM 3KTolepMBbl. [loNoCTh TpeopalibHOM JIONMACTH OKa3bIBaeTCs He
MOJTHOCTBIO BBICTIIAHHOW ME30iepMaTbHBIMH KIETKaMH, M €€ HEelIb3sl pacCMaTpHUBaTh
KaK IeIOMHYECKYr0. V3 OTHEeNbHBIX Me30[epMabHBIX KIIETOK (OPMHUPYETCS Kile-
TOYHAs CENTa, MPOXOMAIIas OT 3aJHEH T'paHMIbI anWKaIbHOW TJIACTUHKH K JIHUTe-
JIMIO TIMIIEBOIA.

Ha »Toli cTamum nmuyrHKa MMeEeT Mpo3padHble MOKPOBBI, YTO MO3BOJISET Pa3iH-
YUTh OCOOCHHOCTH €€ aHATOMUYECKOM opranu3aiuu. [1os HaBucaroliel ToJIoBHOMH JIo-
MACTHIO JIMYUHKH IMEETCS OOIIMPHBIN BECTHOYITIOM, KOTOPBIH, CyKasich, TEPEXOANUT B
poToBOE OTBepcTHe. POT HE MMeeT YeTKOM rpaHuIlbl U IPOJIOJDKAETCS B CY KAIOUIHIACS
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Puc. 11. Monopas nmuunska P. ijimai. PUCYHOK ¢ KHUBOT0 >KMBOTHOTO (uuT. 1o [28]). OGo3HaueHus: c3 —
TYJOBHIIHBIH [eIoM (MeTanelns), hg — 3agHss KHIIKa, m — pOT, MC — MBIIIEYHbIe KIETKH, met — I0cTo-
paTbHBIA PECHUYHBIH ITHYP, Neg — HEPBHBIA TAHTIIHNN, O€s — IMHIIEBO, pl — IpeopanbHas JIOMacTh, prn —
nporoHedpuanii, pro — NpeopabHEI PECHUYHBII MIHYP, S — XKENYJOK, tr — IIyNaJbIeBbli BaJUK, V —
BecTHOYITIOM

nuieBoa. Ha rpanulie muIneBoa v sKenyKa pacroiaracTcs XOpOIio BhIpaKeHHBIN
KapauanbHbIi kinamaH (puc. 11). YTONIICHHBIE CTEHKH XKEyIKa COACPIKAT HKEITOU-
HbIC BKIIOUYCHUS. KOpoTKkas 3aHsisl KHIITKA COSMHSCT JKENYAO0K C BHEITHEH CPEou.
AHYC 3aHUMACT TCPMUHAJIBHOC IMOJOXKXCHHUE HAa 3aJHEM KOHIIC TEJIa JIMYWHKU (pI/IC
11). Bce oTnensl MHIEBAPUTETBHOTO TPAKTA BHICTIAHBI PECHUYKAMHU.

TynOBUIHBIA TEIIOM TPEACTABICH HEOONBIIUM IY3BIPBKOM BOKPYT 3ajHei
kuiikd. Ero cTeHka oOpa3oBaHa OTPOCTYATHIMU KIIETKAMU, TICEBJOMOMH KOTOPBIX
TAHYTCSl K mokpoBaM Tena (puc. 11). IIpo3padynbie MOKPOBBI JTHYUHOK TMO3BOJISIOT
BUJICTh MTPOTOHE(MPUINHU, KOTOPHIC MPECTABIISAIOT COOO0M MapHBIC OpraHbl, pacroia-
TaIoIUeCs] BEHTPO-JIATCPAIBHO, CIIpaBa M cjieBa OT KUMKW (puc. 11). AnumkampHas
4acTh MPOTOHEDPUANS 00pa30BaHa KOJOOBHIHBIMH KIETKAMU — COJICHOLIUTAMH.

4. JleuntoTpodHOE pa3BUTHE

DTOT TUN Pa3BUTHUS XapaKTEPEeH TOJBKO IS OJHOTO BHIA QopoHu — Phoronis
ovalis. OT0 caMblii MeJIKUH BUA (GOPOHU, JJIMHA Tela CaMbIX KPYIHBIX €ro MpeacTa-
BHUTEJICH HE MPEBHIIaeT 2 CM. ITH KPOIIKH MPOAYIIUPYIOT KPYITHBIE, OOTaThIe JKEIIT-
KOM SIiiT[a, TUaMeTp KOTOPBIX cocTaBiseT 125 mkM. Pa3Butne 3Toro Buaa ObLIO MOA-
poOHO WM3YUYEHO W OMHCAHO TOJHKO B OAHOW paboTe, BHIMIOJHEHHON Ha CBETOBOM
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ypoBHe [30]. Phoronis ovalis — repMadpOIUTHBI BUI: B OJHOM >XHBOTHOM CO3pe-
BAIOT M MY>KCKH€, U )KEHCKHE MOJIOBBIE KIIETKH. Kak MpOMUCXOaUT OMIOJOTBOPEHUE
SBIISICTCS JIN OHO MEPEKPECTHBIM MM CaMOOILJIOJOTBOPEHUEM, He n3BecTHO. 110 man-
oM Cuiena [30], mepen OTKIAAKOW SHI] IPOUCXOIUT OTOpachIBaHHE (OYEBHIIHO,
ayTOTOMUS) NIEpEeAHEro KOHIIA Teja co IrynaiabiaMu. Uepes oOpazoBaBIieecs OTBEp-
CTHE U3 MOJIOCTH TYJIOBUIIHOTO I€JIOMa BBIXOJIAT YK€ OIUIOOTBOPEHHBIE SAHUIEKIET-
K. Sliia MpUKIenBalOTCs U3HYTPU K CTEHKaM TPYOKH, I'le ¥ IPOUCXOIUT UX Pa3BHU-
the. OnrcaHue paHHHUX STanoB pa3BUTHs B padote CuneHa [30]oTcyTcTBYET.

Ha cragum ractpynsl 3MOpHOH MOKHAAET TPYOKYy MaTepHHCKOTO >KMBOTHOTO.
Hauunast ¢ 3T0¥ cTaguu, MOXXHO MPOCIEANTH BHEIIHUE W3MEHEHUSI MOP(OIOTUH 3M-
Opuona. ['acTpyna umeer oBaibHYIO (OpMy H cJieTKa CIUIIOIIEHA B JOPCO-BEHTPAIb-
HOM HarmpaBieHuu (puc. 12, a). OHa MOKpbITa paBHOMEPHBIM PECHHUYHBIM TTOKPOBOM
U ABHXKETCS, KaK TypOeIuIsipysl, 3a cueT OMeHus: pecHuuek. Ha HyokHel yruomeHHoH
CTOPOHE TacTPyJIbl Pa3lUYaOTCS POT M TAHYLIAsACS OT Hero K3aau Oopo3naka, cooT-
BETCTBYIOIAs IMHUU 3aMbIKaHUs Omactomopa (puc. 12, a). Uepes nBa aHs mocie To-
ro, KaKk JMYMHKA TOKUHYJIA TpyOKy MaTepHHCKOIO OpraHu3Ma, Ha ee IeperHeM KOH-
e Gopmupyercst TOBOJILHO KpyIHOE B3AyTHE B BuAe o0ona wim ayru (puc. 12, b).
BeposiTHO, 3Ta 4acTh JTUYWHKHA COOTBETCTBYET NMPEOPATLHON JIOMACTH IPYTHX aKTH-
HOTpOX. B 3T0 e BpeMms Ha 3agHEM KOHIE JIMYMHKHA 00pa3yercsi HeOOJIbIIOoe BhIIIs-
YMBaHHE, B OCHOBAaHUU KOTOPOTO MpopbiBaeTcs anyc. Ha 3—4-ii neHp nu4uuHKa yBe-
JMYMBAETCS B pa3Mepax 3a CUeT pa3pacTaHWs HEPeIHETO B3AyTHS U 3aJHETO BBII-
yuBaHus (puc. 12, c). YUepes 7 mHelt mocie BbIXOJAa JTUYWHKA M3 TPYOKH MaTepUH-
CKO 0coOM OHa IpUKpeIuieTcs K cyocTpaTy (pakoBHHA TOTO K€ MOJUIIOCKA, B TOJI-
e KOTOPOTO JKUBET W MAaTCPUHCKUN OpTraHWU3M) OPIONTHOW CTOPOHOW M NMPHUHUMAET
¢opmy momymapusi. B TakoM COCTOSHHMHU JIMUMHKA MPHUCTYNAeT K MeTaMopdo3y H
gyepe3 HEKOTOPOe BpeMsl IIPEeBpaIaeTcst BO B3pOCIOe )KUBOTHOE.

K coxanenuto, BHyTpE€HHE CTPOCHUE JIMYMHKU U N3MEHEHUs, IPOUCXOAAIINE BO
BpeMsi MeTaMopdo3a, He H3YUCHBI.

5. O0mue 3aKOHOMEPHOCTH IMOPHOHAJILHOTO Pa3BUTHSA (POPOHU]

Y ¢opoHu THI pa3BUTHSA B OOJbIIEH CTETIEHH 3aBUCUT OT Pa3MEpOB Tela KH-
BOTHOTO, Y€M OT MeCTa €ro 00uTaHus. BONbIIMHCTBO (JOPOHUI — BHIIBI KOCMOIIOJIHTHI.
OHM 00WTAIOT B TPOITMYECKUX M YMEPEHHBIX IIUPOTaX, a HEKOTOPhIE Jake B MOPSIX
ApkTryeckoro Oacceitna. OHAKO, HECMOTPS Ha pa3Hble yCIoBUs oOuTanus, P. ovalis
13 benoro Mopst UMEeT Takyro JKe JCHUTOTPOPHYIO JTMYUHKY, YTO U MPEACTABUTEIIN
BHJIA C TIOOEpeKbs DIOPUITHI.

C pa3mepamu Teia CBA3aHBI TAK)KE KOIMYECTBO M pa3Mep BHIMETHIBAEMEBIX SUII.
HauGosnpiiiee KOJIMYECTBO MEJKHX, OJUTOJICHUTAIBHBIX SHUI[ BBIMETHIBAIOT 0COOU
Ph. harmeri: mo 500 smm B mens [19]. Ilo mamaemM Cumtena [31], xaxmas ocoOb
P. muelleri u P. pallida 3a ce3on BeiMeThiBaeT 10 500 smm. Bee aTu Tpu Buaa, kak
YKa3aHO BBIIIE, UMEIOT IOJIONEIarnueCKuil TN pa3BuTHs. HeCKOJIbKO MEHBIIIEE YUCIIO
OTHOCHTENTFHO KPYIHBIX SUI] BBIMETHIBAIOT (POPOHHIBI, ISl KOTOPBIX XapaKTepHO pas-
BUTHE C BBIHAIIMBAHUEM: 1711 P. hippocrepia 310 uncio MoxeT mpesbimars 100 [19],
a P. ijimai 3a mecsiy BeiMeThIBaeT OT 5 10 30 sui [19]. HanMenbiee KOIMYECTBO
(oxommo 15—17) kpymHBIX, OOTAaTHIX JKEITKOM SIHI] BEIMETBIBaeT P. ovalis [31].
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Puc. 12. DmbpuonansHoe passutue Phoronis ovalis (mut mo [30]). 18 — nmuumHKa, TOJBKO YTO TOKH-
HyBIIasi TPyOKy MaT€pHHCKOTO OpraHu3Ma (BHJ C BEHTPAIBHOI (a) CTOpOHEI 1 cOoKy (b)). 19 — HemMHO-
ro Gomee mo3aHsst craxust (Bux c6oky). 20 a, b — nuuuHKa yepe3 2 qHS IOCie BEIXOAA U3 TpyOku (a —
BUJI C BEHTPAIBHOH CTOPOHBI, b — BUI cOOKy). 20c — Ta ke JIMYMHKA, HECKOJBKO HAKIOHEHHAS IS
JIy4IlIero pacCMOTPEHUsI BCeraa CKphIToro pra (p) u anyca (a). 2la, b — nuunHKka yepe3 3 mHs mocie
BBIXOJIa U3 TPYOKH (BHJ C BEHTpaJIbHOH (a) U JopcanbHol (b) cTopoH). 21¢ — HeCKONbKOo Goiiee Oo3aHsIs
craaus (Bux cOoky). 22a, b — mos3aroras JTHYMHKA Yyepe3 5 [Hel mocie Beixona u3 Tpyoku (BuI ¢ H0p-
caJbHOHU cTOpOoHBI (a) U cOoKy (b)). 22¢ — Ta ke JIMUYMHKA, CBEPHYBIIASCS [IOCIE BO3ACHCTBUS BHELIHETO
pasapaxkenus (BUA cOOKY). 23 — TONBKO YTO MPHUKPEIHUBLIASACS JTHUYHNKA, Yepe3 7 THEel mocie BhIXoaa u3
TpyOKH
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Bompoc o tume apoGnenus y ¢GOpOHHI JONTOE BPEMS OCTABAICA OTKPBITBHIM.
B onyOnukoBaHHBIX pab0Tax BBICKA3BIBAIOTCS JIBE OCHOBHBIC TOUKH 3PCHHS HA 3TOT
cuer. CornacHo OfHON M3 HUX, JApoOJeHHEe (HOPOHU] CIHPATBHOE. DTO MHEHUE OC-
HOBBIBACTCS HAa OPUTHHAIBHBIX padoTax Parrenbapwm [13], HaOMOACHUSIX HEKOTOPHIX
JIpyrux aBTOPOB, O KOTOPBIX MBI ToBopmiH Boime [19, fig. 79, 80; 18, fig. Sa—], u
B3STHI 32 OCHOBY B HEKOTOPBIX TEOPETUYECKHUX BhIKIagKax [32, 33].

CornacHo HaONIOJEHHUSM JAPYTUX aBTOPOB, NpoOiieHHe (OPOHH] — TUIHUIHOE
pamuansHoe [1, 17-19, 21, 25, 27-29].

Kak nokazanu pe3yabTaThl HallluX MccaenoBanuii [27—29], npobienue GhopoHu
MOJKET OBITh OXapaKTEPH30BaHO KaK MPOTEKAaIoIIee M0 PaualbHOMY THITY C HEKO-
TOPBIMH BapHaIlUsMU, 3aBUCSAIINMHE OT THIIA pa3BUTHA. Tak, Y BUAOB C TOJOMEIAru-
YeCKHM pa3BUTHEM OOpO3JIbI YETBEPTOTO JIEJICHHUS APOOJICHHUS MPOXOIAT MOJ YTIOM
K aHMMaJIbHO-BET€TATUBHOW OCH 3apOJIbIIa, YTO TO3BOJSET CHOPMHUPOBATH MOJIOCTh
OnacTouenst yke Ha craguu 16 xierok. HecomHeHHO, 3Ta 0COOEHHOCTH CBsi3aHa C
Pa3BUTHEM B TOJIIIIE BOJBI U HEOOXOANMOCTBIO TTOAEP)KUBATH HYJIEBYIO IIABYYECTh.
Pannee mosiBieHne OnacToress OTMEYEHO, HallpUMep, Y MOPCKUX €XKel, fiilla KOTo-
PBIX TOXE pa3BUBAIOTCS B TOMIE BOABI [34, 35].

Y BUAOB C BBIHAIIMBAHUEM OCOOCHHOCTH IPOOJICHHS 3aKII0YaeTCS B TOM, UTO
00pO3IbI HE TOJILKO YETBEPTOTO, HO W ISITOTO ACICHIS TPOXOAAT MEPHINOHATIBHO, B
pe3yabTate 4ero (GopMUpyeTcs 3apoABIIIl COCTOSIIUX U3 JABYX 16-KJIETOYHBIX IUIACTH-
HOK, pacIojiararoluxcsi ojHa Haj Japyroil. M3-3a mpaBUIBLHOM NepHEHAUKYIISPHON
opueHTanuu 00po3 ApoOICHNUS Ha aHUMAIFHOM ITOITI0CE 3apOIBIIIa IOJIT0 COXPaHSs-
etcs orBepcrue [19, fig. 35b; 12 fig. 4g, h; 25, fig. 2G]. B pesyasrate Toro, uto 60-
PO3MIbI YETBEPTOTO U TMATOTO JENIEHUS APOOICHHUS IPOXOAIAT MEPUIUOHAIBHO, PAHHSS
OnmacTyna OKa3bIBaeTCs YIUIOUICHHOW B aHWMAIIbHO-BETETATUBHOM HampaBieHHH. Ta-
Kasi 0COOCHHOCTH JAPOOJICHHS M3BeCTHA M s Apyrux rpymmn Lophophorata, a umeHHO
MmaHoK [36—-38] u Opaxwmomon [39], I KOTOPHIX XapaKTEPHO BHIHAIMBAHHUE HM-
OproHOB B J0(odope MK B CHIEIHATBHBIX OpraHax (BBIBOJKOBBIX CYMKaX, OJIUAX U
T. 1.). Bo3moxHO, yrionieHHas (opMa OJIacTyiIbl MO3BOJSET OOCCIICUUTH JydIliee
CIeTIIeHNe SMOPHOHA CO CTEHKAaMH BBIBOJIKOBBIX CYMOK U C JPYTHMHU 3MOPHOHAM.

Haubonee cioxHBIi BOIIpoc B pa3BUTHH (POPOHUI — 3TO CIIOCOO 3aKIaIKA Me-
307iepMbIL. [1o 3TOMY BOIPOCY CYIIECTBYET JIB€ TOUKH 3peHHs. B paHHHMX mccienoBa-
HUSX pa3BUTHS (HOPOHUA 3aKIIAAKa IETIOMHYECKON ME30ePMbI TPOUCXOIUT IHTEPO-
uensHbIM myTeM [40, 41]. OmHako B mocieayromux padoTax 3akiagka Me30JepMbl
oIMcaHa KaK MPOUCXOISIIAs 32 CUET BBICEJICHHS KIIETOK U3 CTCHOK apXeHTepoHa [6, 7,
18-20, 22, 42]. YTBepKIaeTcs, YTO BBICCIMBIIHAECS KJICTKA (GOPMHUPYIOT IEIOMHUYC-
CKYIO HE TOJIBKO MEPBOTO U BTOPOTO OTAEJIOB IEJIOMa, HO U TpeThero Ienoma. OTHaKo
ecnu (opMHUpOBaHUE TIEPBOTO M BTOPOTO IIeIOMa OBUIO HEOJHOKPATHO OIMCAHO B IIU-
THPOBAHHBIX BBINIE paboOTaxX, TO 00pa30BaHME TPETHETO IeIoMa (CaMoro YAaJCHHOTO
OT MecTa ITIEPBUYHOTO BBICEJICHUS ME30/IePMalIbHBIX KIETOK) TOIBKO MPEIoIaraioch.

Kak nokasanu pe3ynbpTaThl HAIIUX HcciaenoBaHui [27-29], nenomuueckas Me3o-
nepMa (OpOHUT MPOUCXOINT U3 ABYX 3a4aTKOB — NepeAaHero u 3aanero. llepexnnit
3a4aToOK 00pa3yeTcs 3a CUeT BHICENICHHS KIIETOK M3 TepefHel CTEeHKH apXeHTepOHa.
OTH KJISTKH Jal0T BHICTHIIKY 3aMKHYTOH MOJIOCTH HPEAPOTOBOTO 1EJIOMa Y JIMYMHOK,
MIPUHAIISKAIUX poxy Phoronopsis, 1 00pa3yloT CenTy B MPeopabHON JIONAcTH y
JUYUHOK, OTHOCSIIUXCA K poxy Phoronis (mompoouee cM. [23]). Ha Gonee mo3aHmx
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CTagsIX JMYMHOYHOI'O Pa3BUTUS BBICEIMBIIMECSH KICTKH (OPMUPYIOT BBICTHIIKY
HIyNajableBOro IefoMa. 3aJHUH Me30AepMalbHBIA 3a4aToOK 00pa3yercsi SHTEpo-
HEJBbHBIM 00pa30M Kak 10pCalbHOE BBHIMTYMBAHNE CTEHKH KHIIEYHHKA.

Hanuune y dhopoHUz nepeaHero u 3aIHero KCTOYHUKOB ME30J€PMBbI ObLIO MOJ-
TBEP)KJEHO JKCIIEPUMEHTaMH C MEUYEHHEM KIETOK B pa3BUTUU P. vancouverensis
(cM. [26]). Y uccrnenoBaHHOTO BHIA ME30JiepMa 00pa3yeTcst U3 KIETOK, IOMEYCHHBIX
BONMM3M pra W BONMM3M aHyca. Me3zoxepMa (hopMHUpyeTcsl Ha TPaHULE SKTOAEPMBI U
9HTO/AEPMBI U IPOUCXOAUT U3 00OUX 3apPOABIILIEBBIX JTHUCTKOB [26].

JlBa ncToyHHMKa Me307epMbl (TIepelHUN W 3aTHHI) XapaKTepHBI A MHOTHUX
npyrux rpym Bilateria. Tak, y Spiralia 3agHss Me301epMa TPOUCXOIUT U3 KBaJIpaH-
ta D, Tounee oT kieTku 4d, a Kak mepegHUN HCTOYHUK ME30JepMbl MOKHO TPaKTO-
BaTh KJICTKH, IPOUCXOIAIINE OT OactomepoB 2a, 2b, 2¢ wiu 3a, 3b, naromue Havano
MyCKyJnatype riaoTku [43—48]. Y XopIoBBIX 3aIHAA Me30AepMa — 3TO Me30lepMa
TYJIOBUILIHO-XBOCTOBOM TOYKH, a MEPEIHSS — 3TO TAK Ha3blBaeMas «IpexopaibHas
Me3zonepma» [49-51]. JIBa ucTroduHMKA ME30ACPMBI XapaKTepHBI M IJIST paKooOpas-
HBIX, T OCHOBHAs 4acTh ME30AEPMbI IPOMCXOAMT B 3aJHEH 001acCTH 3apOABIIIEBO-
ro aucka (cM. [52-56]). B 1o xe BpeMms B IepeaHeil yacTH 3apojplllla Y MHOTHX
¢dopm oTMeueHo 000co0IeHNE TaK HA3bIBAEMOW NPEaHTEHHATBHOW Me30JepMbl (CM.
[52-59]), koTOpast maeT MyCKyJaTypy BepXHed I'yObl, MUIIEBOA, a TAKKE MBIIIIIEI
TJIA3HBIX CTEOCNBKOB.

Y mraHKTOTPO(PHBIX TUIHHOK (HOPOHUT GOPMHUPYIOTCS TPH PECHUIHBIX MTHYpA:
MpeopanbHbIi, MIOCTOPANbHBIA U TENOTPOX. IIpeopalbHbI PECHUYHBIN HIHYP NPOXO-
JUT BJIOJIb Kpas ImpeopaibHoi sonactu. [locTopanbHbIN TSHETCSA MO BEHTPAIbHOM U
JaTepa’bHbIM CTOPOHAM TeJIa, BJOJIb HEro 00pa3yroTcs Iynanbla. TeIoTpox oKpy-
JKaeT aHyC U MOSBIISETCS B IOCJICAHIOI OYepeb.

MBI cunTaeM, 4To 10 CBOEMY ITOJIOKECHHUIO U BHIITOTHIEMBIM (DYHKIMAM PECHUY-
HbI€ IIHYPBI JINYMHOK (POPOHU]] OTBEUAIOT PECHUYHBIM 00Pa30BaHUAM JIMIHHOK JPY-
rux Bilateria. [IpeopanbHblii IIHYp TUYHHOK (HOPOHHU] MOXKET OBITH TOMOJIOTH3UPO-
BaH C MPOTOTPOXOM JIMYMHOK Spiralia, a mocTopanbHBII MHYpP — ¢ MeTaTpoxoM. B To
K€ BpEeMsI IPEOPAJIbHBIA U IIOCTOPAIBHBIN PECHUYHBIE IIHYPHI aKTHHOTPOXHU MOTYT
OBITH TOMOJIOTU3UPOBAHbI C COOTBETCTBYIOLIIMMH PECHUYHBIMH IIHYpaMH JIMYMHOK
BTOPUYHOPOTHIX. Kak mpeopanbHBIl, Tak U MOCTOPAIbHBIA PECHUYHBIE IIHYPHI JIH-
YMHOK BTOPHUYHOPOTHIX MOTYT 00Pa30BBIBATh IIlyNalble00pa3Hble BEIPOCTHI PA3INy-
HOU KOHUrypauuu. ¥ JUUUHOK GOPOHH[ LIynaabla (OPMHUPYIOTCS TOJIBKO Ha IO-
CTOpaJIbHOM PECHUYHOM IIIHYpE.

6. O01He 3aKOHOMEPHOCTH JJUYHHOYHOTO PAa3BUTHSI (DOPOHM

B pesynbrare peanuzaluy pasHBIX THIIOB Pa3BUTHS y (OPOHUA 00pa3yroTcs
paszHble THNBI JUYUHOK. COOTBETCTBEHHO THIIAM Pa3BHTHUS MOXKHO BBIICIUTH TPU
THIA JITYUHOK: KPYIHBIE IITAHKTOTPO(MHBIE TMYHMHKU (POPOHUJI C TOJIONIENarndecKuM
pa3BUTHEM; MEJKHE IUIAHKTOTPO(HBIC JTUYMHKK (OPOHUA C BBIHAIIMBAHUEM; TOJ-
3al0IIHUe JCUTOTPO(HBIC TMIHMHKH.

VY OONBUIMHCTBa BHUIOB C TOJIONIEIArHYECKHM pa3BUTHEM (32 HCKIIOYCHHEM
Phoronis pallida) nnunHKy UMEIOT OTHOCUTENBHO KPYITHBIE pa3Mepsl — 6osee 1 M,
TOHKHE TPO3payHbIe TIOKPOBEI, JINIICHHBIC MUTMEHTANHA U OOJBIINE MTPOCTPAHCTBA
Onacrouenst Kak B MPEOpPabHOM JIOMACTH, TaK U B TYJOBUIIHOM OTAeNe. Y Takux
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JTUYMHOK K MOMEHTY MeTaMmopdo3a (GopMupyeTcss OOJBIIOE YHCIIO TIyIajael] — MHU-
HUMYM 24. JInMHHBIE MHOTOYMCIICHHBIE LIyNajibla aKTHHOTPOXH PAacCTaBISIOT B
pasHble CTOPOHBI U MapsT B ToJIIe BOAbL [10 THITYy TNIaBaHUsI OHH CXOJHBI C MEJIJIH-
TETBHBIMH JINYMHKAMH UTIIOKOXKUX. JIMUMHKY (GOPOHNU] C TONOTETarHIeCKUM Pa3BH-
THEM HaXoJATcs B IUIAaHKTOHE O4YeHb Aouro. Hanpumep, B 3anuBe Boctok Smonckoro
MOps TUYUHKHU Ph. harmeri >KuByT B IUTAHKTOHE 2.5—3 MecsIa.

MokHO TIpenonaraTs, 4To U APyrue BUILI (GOPOHU, pa3BUTHE KOTOPHIX ITOKA
HE OMKCAaHO, HO MMEIOIUE IMYMHOK MTOJOOHOTO CTPOCHUS, TOXKe 00Iaaat0T roJornea-
THYECKUM THIIOM Pa3BUTHS. JTO OTHOCHUTCS, Hampumep, K Phoronopsis albomaculata
Gilchrist, 1907, Ph. californica Hilton, 1930 u Ph. malakhovi Temereva, 2000, mu-
YMHKA KOTOPBIX HEJaBHO OBLIM OOHApYXXEHBI HAMU B IUIAHKTOHHBIX Ipolax, coO-
paHHBIX y moOepexbsi Kypunbckux 0-BoB, 0-Ba PetoHmoH u B HOxxHo-Kuraiickom
Mope (COOTBETCTBEHHO ), UMEIOT TOJIOTENIarndeCKIil THIT Pa3BUTHSI.

VY Gojplieil 4acTH BUAOB, IJIsi KOTOPBIX XapaKTEPHO BHIHAIIMBaHHE dMOPHOHOB
B KpOHE mynaien (3a uckiouenueM Phoronis psammophila), nnuHa tena THIUHOK
He npeBbimaeT 1 MM. Takue THYUHKY UMEIOT IUIOTHBIE, HEMPO3PavyHbIe («MSCUCTHIC)
NUTMEHTHPOBaHHBIE MOKPOBHI Tena. [IpoctpancTBa Onmactouens cyxkeHsl. HamOoms-
mmii 00beM MMeeT OacToleNb MPEOPATBFHONM JIOMACTH, HO Y HEKOTOPBIX JINYUHOK
(Actinotrocha sp., A. vancouverensis) 1 0H o0IUTEpUpYyeTCsA. Y MaJeHBKUX IUIOTHBIX
aKTHHOTPOX IMyNanblia BCETa KOPOTKHE, a MX YHCJIO He mpeBblmaer 14. YV HuX
YPE3BBIYAHO MOITHO Pa3BUT TEIIOTPOX, KOTOPHIH 00pa30BaH OYEHb JUIMHHBIMU XKTY-
THUKAMH ¥ CITY)KHUT TJIABHBIM JIOKOMOTOPHBIM OpraHoM. Takue JHYMHKH OYeHb OBICTPO
IUIABAIOT B BOJIE, BpAIlasiCh BOKPYT CBOCH OCH, M MO THITy IJIaBaHUS HAIOMHHAIOT
Tpoxodop nonuxet. JKUBYT Takue JMIMHKY B IDIAHKTOHE HE JOJIT0 — OKOJIo | Mecsa.

JleruroTpodHas moy3aromas JIMYMHKA XapaKTepHa IUIsl OJHOTO BUAA (DOPOHHI.
HecomHeHHO, NOsIBlIeHUE TaKOH TMYUHKH B Pa3BUTHU (POPOHUI BTOPHYHO U CBSI3aHO
C YMEHBIIIEHHEM DPa3MEpOB TeJa B3POCIIOTrO XKMBOTHOTO W, KakK CJEICTBUE, HEBO3-
MO>KHOCTBIO MTPOAYLUPOBAThH OOJBIIOE KOJINYECTBO SIHII.

Pabora BeImoNHEHA TIpH  (UHAHCOBOW MOJIEpXKe TpaHTa PocHayku
Ne 02.740.11.0280 u Poccwuiickoro ¢gonga dyHmaMeHTATBHBIX UCCIIENOBaHUHN (TIpO-
ekT Ne 08-04-00991).

Summary

E.N. Temereva, V.V. Malakhov. Development of Phoronids (Phoronida, Lophophorata).

Phoronids comprise a separate marine invertebrate phylum of great significance from the
perspective of comparative anatomy. Traditionally comparative anatomists regarded pho-
ronids and deuterostomes as related groups. However, molecular phylogenetic evidence iden-
tified phoronids and brachiopods as a monophyletic group within the Lophotrochozoan pro-
tostomes as a sister group to Spiralia. Article represents attempt of generalization of the ex-
isting information about phoronid development. In work three types of development that de-
pend on animals’ body size and, as consequence, on the sizes of egg are described. These
types are following: holopelagical, development in brood mass and lecithitotrophic develop-
ment. Phoronids possess radial type of egg cleavage. There are some variations of it that are
connected with type of development. Coelomic mesoderm form from two sources: anterior
and posterior. Anterior rudiment forms by cell migration; posterior one by enterocoelic out-
pouching of the midgut. Young phoronid larvae possess three ciliary bands: preoral, postoral
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and telotroch. As a result of development type three patterns of actinotroch larvae formed.
Larvae of phoronid with holopelagical development are transparent; possess big body size,
numerous tentacles and slow movements. Larvae of phoronid with development in brood
mass are opaque; possess small body size, few tentacles and quickly movements.

Key words: Phoronida, Lophophorata, embryology development, larvae development,
larvae morphology.
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