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Kazkap1it THIT MHOTOKJIETOYHBIX XXUBOTHBIX MMEET CBOM IUIaH CTpOeHMsI, Wi “bauplan”. I1pu atom duio-
TUTTMYECKOM cTamueil cuuTaeTcs Ta CTaausl OHTOTeHe3a, Ha KOTOPOil MOSIBISIIOTCS IPU3HAKY, XapaKTepH -
3ytomue bauplan maHHOM TPYIIBL. Y pa3HBIX SKUBOTHBIX (OWIOTUITMYECKOM CTaANU COOTBETCTBYIOT COBEP-
LIEHHO pa3Hble ctanuu pa3Butus. ['yoku (Porifera) — onHa u3 HanboJjiee MpOCTO YCTPOEHHBIX U, BEPOSITHO,
NIpeBHeMIIas puoreHeTHIecKasl rpyIirna COBpeMEeHHBIX XXMBOTHBIX. Ha 0OCHOBE CpaBHUTEILHOTO aHaIM3a
pa3BuTUs TYOOK B mpoliecce (1) MojloBoro u 6ecriojioro pa3MHOXeHUs1, (2) pereHepaiu U3 HeOOIbITNX
dparmeHToB Tena, (3) pearperalii IUCCOIMMPOBAHHBIX KJIETOK, MBI TIpejiaraeM TUIOTeTUIECKUI Bapu-
aHT QUIIOTUNTUYECKOM CTaTuu pa3BUTHUS TyOOK, M BBOJIUM ISl HE€ TEPMUH “cnoneomun” [spongotype]. Dto
IOBEHWJIbHAS TyOKAa C OJHUM OCKYJIOMOM, HaXoIsI1asicsl Ha cTaauu paroHa. OCHOBHO NTpU3HAaK, KOTOPBI
MO3BOJISIET pacCMaTpUBaTh paroH B KauecTBe MUIOTUNINUECKOIT ctagum Porifera — moJjiHoe cOOTBETCTBYUE
pAacTOJIOKEHMS BCeX KIIETOUYHBIX M aHATOMUYECKHMX CTPYKTYP paroHa 1 1oJioBo3pesioit ryoku. MoxKHO cKa-
3aTh, YTO Ha CTAIMU paroHa (GOpMUPYETCSI OCEBOM KOMITJIEKC 3aUaTKOB CTPYKTYP B3pOCIIOil ryOKHM, a 3a Hel
CJIEYIOT TOJIbKO POCTOBBIE TTPOIIECCHI.

Karoueswie crosa: Porifera, punorunuyeckast cranusi, Bauplan, paron, Metamopdo3, pereHepaiusi, IToO4Ko-

BaHMe, TPopacTaHye TeMMYITbI, SBOJIOLIUS
DOI: 10.1134/S047514501906003X

BBEJEHUWE

Bauplan (nnaH cTpoeHusl) — OCHOBHOE ITOHSITHE
OUOJIOTUM Pa3BUTHUS U DBOJIOLMOHHOU MopdoJio-
TUU, TPUMEHSIEMOE IMPU BbIAEIEHUU HOBBIX KPYITHBIX
TPYII XUBOTHBIX (Hallp¥Mep, B paHIe TUIIA) U MpU
CO37aHUU PUITOTEHETUYECKUX TTOCTPOEHU I BBICOKO-
o TAKCOHOMMYECKOI0 YPOBHs. Bauplan — 310 TOT ca-
MBIl “MOPMOTOTMYECCKUI TUIT”, KOTOPHIH, KaK CUM-
tan KioBwe (Cuvier, 1817), DoKeH CIIyKUTh OCHOBOI
ISl paslesieHus] XXKMBOTHBIX Ha 4YeThbIpe OOJIbIlIve
IPYIIIBI (TTO3BOHOYHBIE, MOJUTIOCKH, YJIEHUCThIE, pa-
nuata). Ceityac 1o TepMUHOM bauplan Mbl TOHUMa-
€M ILIaH CTPOEHUSI OpraHU3Ma, KOTOPbIi c(hopMUPO-
BaJICsl B XOJI€ 9BOJIIOLIMU KPYITHOT'O TAKCOHA U XapaK-
Tepu3yeTcsi OpUTMHATIbHON apXUTEeKTOHUKOM.

M3 KoHllenumii, CBI3aHHBIX C TEPMUHOM bauplan,
MOXHO BBIIEJIUTH IBE OCHOBHBIE. [lepBast BocXoauT
K unessM OysHa o cymecTBoBaHUY apxeTutia (Owen,
1848). Bauplan BBISIBIISIETCS HA OCHOBAaHMU CPaBHU-
TEJTEHOTO aHaJIN3a CTPOSHUSI B3POCIIBIX JKUBOTHBIX, a
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0oJiee paHHUM CTaAVsIM Pa3BUTHS HUKAKOTO BHUMa-
HUs He yaensiercsa. OIHAKO XOPOIIO M3BECTHO, YTO
CXOIHbIE TPACKTOPUU PA3BUTHUSI MOTYT MPUBOINUTH K
GOPMUPOBAHUIO CHUJIBHO OTIMYAIOLIMXCS IPYT OT
JIpyra B3POC/BIX XKUBOTHBIX, 4 3aMETHO pa3jinyaro-
[IMecsl CTaAuu MOTYT IPUCYTCTBOBATh B Pa3sBUTUU
MOXOXNUX OPraHu3MOB (CM., Hampumep, MBaHOBa-
Kaszac, 1995; Gilbert, Raunio, 1997). B pamkax BTO-
poii KOHUENMUUU Bauplan MOXHO oXapaKTepU30BaTh
B XOJI€ COTTOCTABJIEHUS CTPOEHUS TNYNHOK, KOTOPBIE
00JIaIaroT 3HAYUTETHLHON 3BOIIOLMOHHON KOHCEP-
BatuBHOCTBIO (Raff, 1996). DMOpHOHATBHOE Pa3BU-
THE IIPU 5TOM OITITh HE pacCMaTPUBAETC.

OmHOBpPEMEHHO ¢ “MOp(dOJOTUYECKUM TUIIOM”
KioBbe, mosiBuIach KOHLEIILYS “IJIaHa pa3BUTHUS
Kotopasi Oblia BBeneHa ¢oH bapom (von Baer,
1828). bap B ocHOBe KaXa0ro rjiaHa CTPOEHUS BU-
JleJ1 CO3MIaBIINi eTo MyTh pa3BUTHS, cTieMbUIeCcKU
(111 JaHHOTO TUIaHA CTPOEHUSI) OPraHM30BaHHBIM,
TO ecTh “Tun paszButus”’. Takum o6pa3oMm, IIaH
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pasButus no bapy — 310 bauplan B Tipoliecce ero
OHTOreHeTUYeCcKoro ¢dopMupoBaHus. MHTepecHO,
yTo HabmoaeHus ¢oH bapa Hanm rmponieccaMu pa3BH-
THSI OBLTU B YMCIie TeX (DAaKTOB, KOTOPhIE 00eCITeuIn
MOATBEPKIAeHUE TAapPBUHOBCKONM TEOPUM OOIIHOCTU
npoucxoxaeHus (Darwin, 1859).

CyIIecTBYIOT, OOQHAKO, TPyINBl TUMOB (M KJIac-
COB) XKMBOTHBIX, TPACKTOPUU PA3BUTUSI KOTOPBIX CYy-
HIECTBEHHO OTJINYAIOTCA APYT OT Apyra, HO IMIPOXOAAT
yepe3 o0111e cTagui. XOpOIInii IpUMEpP 3TOTO SIBJIE-
HHUS — pa3BUTHE IIeJOMHYECKHMX Spiralia, B cocTaB
KOTOpBIX BXoaaT Tunbl Annelida, Mollusca, u Sipun-
culida. Bo B3pocCIOM COCTOSHUU TMIPEICTaBUTEIN
3THUX TUIIOB CHMJILHO OTJIMYAIOTCS APYT OT JApyra, U TO
K€ caMOe MOXKHO CKa3aTh 00 UX paHHEM pPa3BUTUU U
XapakKTepHBIX MJIsI Hero MopdoreHe3ax. OnHaKo
OOJIBIIMHCTBO 3TUX XMBOTHBIX IIPOXOIUT Yepe3 00-
IIYIO CTAAWIO pa3BUTUSI — JIUYMHKY — Tpoxodopy. U
MMEHHO Ha 3TOM CTaaIuM CTAHOBUTCS HauboJee oue-
BUIIEH OOILIMIA 11 BCeX IEPEUNCIIEHHBIX TPy bau-
plan. TlepBbIM, KTO c(hOKyCHpPOBaJl CBOU MCCIEI0BaA-
HUS Ha IIOJOOHBIX CTamusIx, Ha3BaB ux Korpergrund-
gestalt, 6pu1 3unens (Seidel, 1960). [To3nHee Cannep
BBEJI UIT HUX TepMUH “PuiIoTAIINYECKass ctagus’”
[phylotypic stage] (Sander, 1983). O6a aBTOpa pac-
CMaTpUBaJIM ITOJOOHBIE CTAAUN KaK KIIOYEBBIE IS
Pa3BUTHS BCEX MPEACTABUTENEH JAHHO TAKCOHOMMU -
yecKoii rpymiibl. OHU He CUMTAIM (PUIOTeHETUYECKU
3HAYMMBIMY TaKWE CTaIuU KaK APOOJICHUE U TacTpy-
JISIIMs, He oOpallajy BHUMaHUS Ha OCOOEHHOCTH
MOpPGOTEeHETUIECKIX IIPOLIECCOB, 00ECIICUYNBAIOIINX
pa3BuUTHE.

dutoTunuyecKkas cTaans CHOBa cTaja OgHOM U3
LIEHTPAJILHBIX TeM OMOJIOTUU Pa3BUTHUS MOCIIE My0-
JIMKALIMU pe3ybTaToB uccieaoBanuii Ciska U ero
koyuter (Slack et al., 1993), nmpuuem obGcyXkaeHUE
STOM TEMBI CTAJI0 CTPOUTHCS Ha AAHHBIX MOJIEKY-
JISIpHO# OMOJIOTUM. DTU aBTOPHI OXapaKTepU30BaIn
GUIOTUITNUECKYIO CTAINIO KaK CTaAUuI0, Ha KOTOPOit
3aBepIIAIOTCS OCHOBHBIE MOP(MOreHETUUECKUE IBU-
JKEHMUSsI, a BCE 3a4aTKU OPraHOB U CTPYKTYP OKA3bIBAIOT-
Csl Ha CBOMX MECTAX, TO €CTh OKOHYATEILHO (pOpMUpY-
€TCSI OCEBOM KOMIUIEKC 3a4aTKoB. IpyruMm cjioBamu,
dunoTUnIMYecKas CTaausl — 3TO TaKasl CTaausl SMOpHO-
HaJIBHOTO Pa3BUTHSI, HA KOTOPO MTOSIBIISIOTCS ITPU3HA-
KU U CTPYKTYDBI, XapaKTepHbIe 1151 TUIta. OUIOTUITN-
YecKUe CTaAuy ObUIM BBISIBJIEHBI IJ11 MHOTHX KMUBOT-
HBIX: CTaauds XBOCTOBOM ITOYKM ((papuHryma) s
MO3BOHOYHBIX; CTAAusl 3apOAbIIIEBOM ITOJIOCKU ISt
apTPOIO; ITOJHOCTbIO CETMEHTUPOBAHHEBINA, 3aBep-
IIVBIIWI 3TTUOOINIO Ha BEHTPAJTLHOM CTOPOHE, 3apo-
I musBoK M T.10. (Slack et al., 1993; Minelli, Schram,
1994; Hall, 1998; Gilbert, 2013).

dunoTunuyeckue Craaud — AajJekKo He camble
paHHUE B aMOpuoreHese. boiiee Toro, B Ipeaeax of-
HOM 1 TOM Xe (PMIIOTeHeTUIECKOI IPYIIIBI OHU MOTYT
“IIepeMelaThCcsa” II0 OTHOCHUTEJIBHON BpPEeMEHHOI
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mKajie oHToreHe3a. OTHOCUTEILHOE CMEIIEHUE CTa-
Il BO BPEMEHM MOXET OBITh acCCOLMUPOBAHO C
amanTalusIMM paHHUX CTaguii K YCIIOBUSIM Cpedbl, C
SBOTIOIMOHHBIMA M3MEHEHUSIMHU PETIPOTYKTUBHOMN
CTpaTeruy M TAaKTUKM, VI Ke C OCOOCHHOCTSIMU CHA0-
JKEeHUST SMOPHUOHOB MUTATEIBHBIMU BelllecTBaMu. B To
e BpeMsl, caMy (PUJIOTUITNYECKIE CTaaIuM B OYeHb Ma-
JIOI CTEeNeHM M3MEHSIIOTCS B pe3y/bTaTe aJalTUBHOMI
spomoumu (Slack et al., 1993). KoHcepBaTuBHbIE huU-
JIOTUMMUYECKUE CTaauM “3aJI0XKEHBI” MEXIY MpeablIy-
IIMMU Y TIOCJIEAYIOIIMMY CTagusIMUA Pa3BUTHSI, KOTO-
pbIe Topasao 0oJjiee SBOTIOLIMOHHO IJIACTUYHBI.

Haubonee ob6iue 4epThl marrepHa MOp@dOI0oru-
YeCKOro pa3HooOpa3us pa3BUTUSI XOPOIIIO OMUCHIBA-
IOTCSI MOJIEJIbIO TIECOYHbBIX YAaCOB. DTa MOJeJb Mpell-
roJiaraeT, YTO OrpaHUYEHNSs, HaKJIaablBalollIuecs Ha
npouecchl pa3Butus (developmental constraints),
MakKCUMaJIbHbI B “cpenmHemM” amOpuoreHese (Du-
boule, 1994; Raff, 1996), uto npuBoaIUT K MOP(OIOTH -
YeCKOI KOHCEPBAaTUBHOCTH 3TOM (pa3bl. OUH U3 4acTO
LIUTUPYEMBIX TMPHUMEPOB 3BOJIIOILIMOHHOI KOHCEpBa-
TUBHOCTH “CpelHero” aMOproreHe3a — KOHCEpBaTUB-
HOCTb TlarTepHa 3kcrpeccun reHoB HOX-kiacrepa
BIIOJIb TIEpeAHEe-3aIHEel OCH pa3IMYHbIX MpeICTaBUTe-
seii Bilateria (Dubule, 1994; Raft, 1996; Slack et al.,
1993). B Hacrosiiiee BpeMsi akTMBHO M3y4aloTcsl Kak
caMu KOHCepBaTMBHbIE CTaAuMU SMOpHOreHe3a, Tak 1
UX pOJIb B CO3JaHUU OTpaHUYEHU, 0OeCTIeurBaIOIINX
9BOJIIOLIMOHHYI0O KOHCEPBAaTMBHOCTb ILJIAHOB CTpOE-
Hus kuBoTHBIX (Kalinka, Tomancak, 2012; Drost et al.,
2017; Yanai, 2018).

OnHaKko HEOOXOAMMO OTMETUTh, YTO CYIIIECTBOBA-
HUe (QWIOTUMNYECKUX CTAauii pa3BUTHUS MOCTOSTHHO
craButTcs noxa comHeHue. C 0HOIT CTOPOHBI, HEKOTO-
pble CpaBHUTEJIbHBIC MCCISOOBAHUS MOKAa3aJIl OTCYT-
CTBUE €IMHOOOpa3usl MpearnojaraeMbiXx (OUIOTUIINYE-
CKUX CTa[IUii, a C IPYroii CTOPOHBI, CAMO 3TO TOHSITUE
BBI3BIBAET ACCOLMALUU C YCTAPEBIIMMU THUITOJIOTHMYE-
CKMMM KOHLenusMu (cM., Hampumep, Richardson
etal., 1997, 1998; Felix, 1999; Scholtz, 2004, 2005).

Jlajeko He 1J1sT BCeX TUTIOB KMBOTHBIX (DUITOTUTIN -
YeCKMe CTaAuU ObLIM BBIAEIEHBI U OXapaKTepU30Ba-
Hbl. HanmpuMmep, Haauyue Wiau OoTCyTCTBUE (HDUITOTU-
MMUYECKOM CTalui B OHTOIeHe3€e MpeIcTaBUTeNeit Ta-
KO 60JIBIIION U pa3HOOOpa3HO Ipymnbl Kak Porifera
10 CUX HUKOTIa He o0cyxKaanock. JlaHHEII 0630p —
repBasi MOMNbITKa MoucKa (UIOTUMTUYECKOM CTaIuN B
pPa3BUTUU T'YOOK.

BbIABIEHUE ®OUJTOTUITMYECKOU
CTAANUUN B OHTOT'EHE3E PORIFERA

dopmupoBaHue TJIaHA CTPOSHUS MHOTOKJIETOY-
HBIX JXUBOTHBIX KOHTPOJIUPYETCST B XOIe OHTOTeHe3a
MHOTOYPOBHEBBIMM KacKaJgaMH B3aUMOIEUCTBHI
MIPOIYKTOB PETYISITOPHBIX TEHOB, 9KCIIPECCUSI KOTO-
pPBIX YIIOpsimOYeHa B IPOCTPAHCTBE W BO BPEMEHU
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(Peter, Davidson, 2011). MccneqoBaHus poau pery-
JISTOPHBIX TEHOB B BMOPUOHAILHOM pa3BUTUM Pori-
fera oueHbp HeMHOrouymciaeHHbl. OIHAKO yXe OBLIO
MOKa3aHO, YTO MOP(MOJOTUYECKU pPa3IMYaIOIINECs
PETUOHBI, PACTIONIOXXEHHBIE BAOJIb OCH TeJla TUUUMHKHA
M B3pOCJIOi TYOKHU, CTIeIU(PULIUPYIOTCS 3a CUET T'eHe-
tnyeckux MexaHusmoB (Degnan et al., 2015). [eii-
CTBUTEJILHO, IJII BCEX OJHOOCKYJIIOMHBIX TyOOK, a
TakxXKe JJIs BCeX paauaibHO CUMMETPUYHBIX TYOOK C
BTOPUYHBIM OCKYJIIOMOM, XapaKTepHa YeTKO BbIpa-
KEHHasl paauajbHasi CUMMETPUsST OTHOCUTEIBLHO
anmuko-0a3ainbHOM ocu Tena (puc. 1). Y 6onbpmmmHCTBA
ry0OK TeJI0 PeruoHaJiIu30BaHO: B HEM BBIACISIOTCS
9KTOCOMA U DHAOCOMA, pa3inyarollIuecs CTpyKTypoit
ckenetra U BogoHocHoit cuctembl (Ereskovsky, Lav-
rov, 2019).

K coxanenuto, TpoGieMy HaIWYAS WA OTCYT-
CTBUS Yy TYOOK (DMIOTUITMIECKOM CTaTUM HEBO3MOX-
HO 0OCYXXIaTh Ha MOJEKYISIPHOM YpPOBHE M3-3a OT-
CYTCTBUS CPaBHUTEJIBHBIX JaHHBIX. OMHAKO K pelre-
HUIO 3TOM MpOOJeMBI MOXHO IIpUBJIeYb ITaHHBIE
CPaBHHUTEIILHOM 3MOPUOJIOTHH M PACCMOTPETh €€ C
MOpGhOJIOTHIECKOI TOUKM 3PEHMUSI.

PA3ZBUTHUE I'YBOK
ITPU ITOJIOBOM PASMHOXEHUNHN

Kax yxe orMeuanocsk, Ij1s pa3HbIX TPYIII KUBOT-
HBIX B KauecTBe (MIOTUMUUYECKUX MOTYT OBITh OXa-
pakTepU30BaHbI OUYEHb Pa3HbIE CTAIUU SMOPUOHAIb-
HOTO pa3BuUTH. PaHHee pa3BuUTHE ry0OK KpaiiHe pas3-
HooOpa3Ho (Ereskovsky, 2010). IToaTomMy ¢ TOukuU
3peHUsT MOP(MOJOTMU HEBO3MOXHO BBIIECIUTh Ka-
KYI0-JIM0O CTaauIo pa3BUTUsI, OOILIYIO IJIST BCeX (pu-
JIOTEHETUYECKUX TPYIII ryook. OOUH U TOT Xe MaT-
TepH ApOOJICHUS U ONMHAaKOBast MOp(OJIOrUs Ha CTa-
JIUU OJIACTYJIbI MOTYT B XO¢ JaJbHENIIEro pa3BUTHS
MPUBECTU K POPMUPOBAHUIO CUIILHO PA3INYAIOIINX~
cg TMYMHOK. Y Hao6opoT, pa3zBuTtre Mopdooruie-
CKM CXOIHBIX IMYMHOK MOXET HAUMHATHCS C PA3HBIX
MaTTEPHOB NPOOJIEHUsI U OBITh OCHOBAHO Ha OYEHbBb
pa3HbIX MopdoreHesax (puc. 2).

B kadecTBe WITIOCTpAllUM 3TOTO ITOJOXECHMUS
MOXHO TIPUBECTU ClleAaytolne gaHHble. s Ty6ok
W3BECTHO YeThIpe THUITAa APOOJIEHUs: MHKYPBAIIMOH-
Hoe (momknacc Calcaronea: Calcarea), moamakcu-
anpHOe (Tonkiacc Calcinea: Calcarea u cem. Halisar-
cidae: Demospongiae), ncesnmopanuanbHoe (Chon-
drosidae, Spirophorida, Polymastiida: Demospongiae
u Hexactinellida) unu xaotuueckoe (Bce Homoscler-
omorpha u 6ospinHCTBO Demospongiae) (puc. 2:
1—4). B xoge npoOiieHUusI GOPMUPYIOTCS OJIaCTYJIbI
Tpex TUITOB: CTOMOOACTyIa, LeJ00IacTyia U MOpY-
Ja (puc. 2: 5—9). UHTepecHO, 4TO MoceaHe 1Ba TU -
ma 6;1acTy1 (hOPMUPYIOTCS IIPU UCITOJIB30BAaHUH pa3-
HBIX ITIATTePHOB ApobieHus (puc. 2). B xone am6puo-
HAJILHOTO Pa3BUTHS Y TYOOK (DOPMUPYETCS IEeBSIThH

EPECKOBCKMWM

Puc. 1. I'y0ku, obmagaroriye Xopouio BeIpakKeHHOM an-
KO-0a3aJIbHOW OCBIO Tejla W pagualibHOW CMMMETPHUE.
a — MOHOOCKYJIIOMHasl Tyoka Sycon sp.; 6 — Haliclona sp.
C pagyaJibHO CUMMETPUYHBIMU “BeTBSIMU”; B — Rossella sp.,
¢opmupyloliasi BTOpUYHBIN OCKYJIIOM.

TUIIOB INYMHOK, 1 MOP(OreHe3bl, 00eCITeunBaloOIIie
¢dopMUpOBaHUE JUYMHKHK, OYEHb Pa3HOOOpPa3HBI
(Ereskovsky, Dondua, 2006; Ereskovsky, 2010).

VY BceX JTMYIMHOK XOPOIIIO BhIpaXkeHa TepemHe3al-
HSIS TIOJIIPHOCTD, KOTOpasl TIPOSIBIISIETCST B CTPYKTYpe
Hapy>KHOTO CJIOSI KJIETOK, B OpTaHU3AIINI MacChl BHYT-
PEeHHUX KJIETOK (eCJIM OHa MMeeTCsI), a TaKKe B pac-
npeneaeHnuy COuKya (eciau oHu uMmerTcs). Jomyc-
Kasi HEKOTOPYIO CXeMaTU3alliio, MOXKHO BBIIEIUTH Y
ryOOK 1Ba OCHOBHBIX THITA CTPOSHUS TUIMHOK: T10JI1ast
OIHOCJIOMHSI JIMYMHKa (LesobiacTyna, Kaabluoiaa-
cTysa, HMHKTOOIacTy1a, am¢uoiacTyia) U AByXCIO-
Hasl IMYMHKA, He UMelolasl IoJjlocTy (TTepeHXumMeIIa,
xoruutoMelia, tpuxumesia) (puc. 3) (Ereskovsky,
2010).

OcHOBHOe coObITHE MeTaMopdo3a JTUUUHOK —
npuoOpeTeHUue WMU BJIIEMEHTOB TIJlaHa CTPOEHUs
(bauplan) B3poCaBIX TYOOK, B IIEPBYIO OYepeab — BO-
MIOHOCHOM cucteMbl. [lepBasi CTpyKTypa B3pOCIOTO
opraHmusma, hopMupymoIascs de novo, 3TO 3K30TH-
HakolepMa, KOTopas U30JMPyeT MOJIOAYIO TYOKY OT
BOIHO# cpenbl. Ha 6ostee mo3mHUX aTarax MeTaMmop-
do3a popMHUPYIOTCI XOAHOIIMTHBIC KaMephbl 1 KaHa-
JIBI BOMOHOCHOM CUCTEMBI, TIPOPBIBAIOTCST OTBEPCTHUS
OCKYJIIOMA U OCTHUi, a TakKXe CUHTE3UPYIOTCS BJie-
MEHTbI CKeJIeTa, XapaKTepHBbIe IS B3pOCJIbIX TyOOK.

Habop MopdoreHeTH4eCKNX IPOIIECCOB, 3a CUYET
KOTOPBIX TIPOUCXOIUT MeTaMOP( 03, CUJILHO 3aBUCUT
OT TUIA JUYUHKU (TO €CTh OT ee cTpoeHus ). B pe-
3yJapTate Meramopdo3a U3 JUYMHKU pPa3BUBAETCS
MOHOOCKYJIIOMHas TyOKa, BOOJOHOCHAsI CUCTEMA KO-
TOPOI YacTO OTJIMYAeTCsl OT BOJOHOCHOW CUCTEMbI
B3pocioii ryoku. ¥ Calcarea MoJiofgasi ocoOb, TOJIBKO
YTO 3aBepllvBIIas MeTaMopdo3, uMeeT BOAOHOCHYIO
CUCTEMY aCKOHOWJHOTO TUIIA U Ha3bIBAETCS 0AUHMYC
(Minchin, 1900); y Demospongiae 1 Homoscleromor-
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Puc. 2. CxemaTnieckoe U300pakeHue MpoLeccoB IpoOIeHUsT U Moceayolnux MopchoreHe30B, BeAyIInX K (GopMUpoBaHUIO
JIMYMHOK TYOOK. /—4 — maTTepHbI APOOIeHMSI, XapaKTepHbIe 1711 T'YOOK: MHKypBallMoHHOeE ( /), mojrakcuaabHoe (2), paauaib-
Hoe (3), xaotudeckoe (4). 5—9 — Tpy OCHOBHBIX BapUaHTa CTPOEHUSI O6J1acTyJIbl TYOOK: croMoGactyna (5), 1ienobnactyia (6, 7), Mo-
pyna (8, 9). 10—31 — mopdoreHeTnueckue rpouecchl U GopMUPOBAHUE MPEVTUIUHOK. 32—46 — TUUUHKU. 10— MHKypBallus;
11, 12 — cTpoeHue 11eJ1001aCTyJIbl COXpaHsSIeTCs 10 JUUMHOYHOI cTanuu; 13 — MyJIbTUIIONSIpHASI UHTpeccust; /4 — yHUTIONSIp-
Hast ipoaudepaius; 15, 25 — MHrpeccus MAaTePUHCKHUX KJIETOK (TTOKa3aHbl YEPHBIM I[BETOM ) BHYTPb MOPYJIBI; /6 — KJIeTOYHAast
nenaMuHaumst; 17 — MopyJsibHast feaMuHauust; 18 — yruioleHue Mopyibl; 19 — MopysibHast nenamMuHanust; 20 — MyJIbTUIIO-
JnsipHast amurpauus; 21 — nenobaactyna Calcinea, He nMerolas 6a3ajibHO MeMOpaHbl; 22 — UHBaruHauus; 23 — npe-IapeH-
xumesa; 24, 27, 28, 29, 30 — mopyJbl; 25 — nipe-TiceBaobactyia; 26 — nByxciioiiHast Mopyia; 31 — nenobiactyia Homoscle-
romorpha, nMmeroniast 6azanbHyI0 MeMOpaHy; 32 — amdubmactyna Calcaronea; 33 — Kanbumbiacryia Calcinea; 34 — neno6ia-
cryna Halisarcidae; 35 — nucdepyna Halisarcidae; 36 — napenxumersuia Halisarcidae; 37 — mapenxumeria Verticillitidae; 38 —
niceBno6mactyna Chondrosida; 39 — rpuxumeruta Hexactinellida; 40 — mononas ryoka pona 7etilla ¢ ipsimbiM pazputuem; 41 —
napenxumesia Tethyida; 42 — neno6nactyna Polymastia v Chondrilla; 43—45 — napenxumeruta Dendroceratida (43), Haplo-
sclerida (44), Poecilosclerida (45); 46 — unHkToG1acTy1a Homoscleromorpha (no: Ereskovsky, 2010, ¢ u3MeHeHUSIMU).

pha Mos01as1 ry0OKa UMeeT BOJIOHOCHYIO CUCTEMY JIeii-
KOHOWITHOTO WJIM CHKOHOMIHOTO TUTIA I Ha3bIBACTCS
paeon (puc. 4, 5a, 6) (Sollas, 1888). OnHaKo MpUHLIM-
MMUATBHBIX PA3IMINil MEXIYy CTPOCHWEM DPAaroHOM M
OJIMHTYCOM HE CYIIECTBYET.

YV ry0GoK ¢ IpsSIMBbIM pa3BUTUEM, KOTOPHIE JINOO BbI-
XOIISIT M3 MAaTePUHCKOrO OpraHu3ma (B ciIydae >KMBO-
poxXaeHus ), 1100 pa3BUBAIOTCS B BOOHOU cpene (B
cllydae SIMLIEPOXKICHMSI), pa3BUTHE IIPOXOMUT 4Yepe3

CTaIUIO IOBEHWJIBHOI 0CO0U, TAKXKE UMEIOIIIEH CTPYK-
Typy paroHa (Sara et al., 2002; Watanabe, 1978).

PA3BUTHUE I'YBOK I1P1 PA3HbIX
BAPUAHTAX BECITOJIOT'O PASMHOXEHUA

[Ipu moykoBaHMU y BceX TyOOK, MCKITIOYAsI PO
Oscarella (Homoscleromorpha) (Ereskovsky, Tokina,
2007), 1moyka Ha paHHUX CTAAWSIX Pa3sBUTUS IIPEI-
CTaBJIIeT cOOOM KOHTIIOMEpAT, COCTOSIIIUI 13 oTud-

Puc. 3. OCHOBHBIEC TUITbI CTPOCHUS TMUMHOK IyOOK: a — KaJbLIMOIacTyna; 6 — rcesaobiacryna; B — ampuobaactyia; T — qu-
cdhepyna; o — XOIIUTOMeEIIa; € — MapeHxuMelia (JimunHkKa npeactaButess Poecilosclerida); )k — Tpuxumesia; 3 — LIMHKTO-
Gsiactyna (ap — epenHuii moioc; bm — 6azajibHasi MeMOpaHa, cc — TMYMHOYHAsI XOaHOLIMTHAs KaMepa, ¢i — KJIETKU, Hecyllue
XKTYTUKU, ¢ — KJIETKM C BHYTPUSIACPHBIMU KPUCTALJIOUIAMMU; crc — KIIETKU KPeCTa, fc — XTYTUKOBasi KaMepa, mc — MaTepyuH-
CKHUeE KJIETKH, ic — BHYTPEHHSISI KaMepa; ilc — BHyTpeHHUE KJISTKU JTMYUHKU, M cc — TOTULIMIMAPHBIC KIETKU, pi — TMIMHOYHAS
MUHAKOoAepMa, pp — 3aHUI TTOTIOC, § — TIMIMHOYHBIEC CITUKYJIBI, sb — cuMbnoTndeckue 6aktepun) (rmo: Ereskovsky, 2010, c u3-
MEHEHUSIMHU ).

OHTOI'EHE3 TtomM 50 Ne 6 2019



BBIABJIIEHUWE 5BOJIOIMOHHO IMEPBMUYHBLIX YEPT ITJIAHA CTPOEHUA

Puc. 4. CTpoeHue I0OBeHWIbHOI I'YOKM Ha CTaIMy paroHa
(at — aTpuyM, cc — XOaHOLIUTHBIE KAMEPBI, 0 — OCKYITIOM,
os — octust) (mo: Sollas, 1888, ¢ usMeHeHUSIMM ).

depeHITMPOBAaHHBIX KJIETOK Pa3HBIX THITOB, M HaX0-
ISITITACS Ha TIOBEPXHOCTH Tejla B3POCIION ocoour. Y
MMOIOOHBIX TTOYEK HET HU KaHAJIOB, HU OCKYJIIOMa, 1
TOJBKO WHOTHA OHU WMEIOT XOaHOIIMTHBIE KaMephl
(cm. o630psr: Fell, 1993; Ereskovsky et al., 2017). Ot-
COCIVMHUBIINCH OT B3POCJIOIO0 OpraHM3Ma, IOYKH
ocenaloT Ha cyocTpaT M MPUKPEIUISIIOTCS K HEMY, T10-
cJie 4Yero HauYMHaKT pacTu U (OPpMUPOBATH BOIIOHOC-
Hy10 cuctemy. Takum o6pa3oM, MOYKU MPAKTUIECKU
BCeX I'yOOK HAalTOMMHAIOT CTaAuU, KOTOPbIe TUUYMHKA
MPOXOAUT BO BpeMsi MeTaMopdo3a — cHayaja cra-
JINI0 KYKOJIKH, a TOTOM paroHa (puc. SB).

IToukoBaHue ryook rpymisl Homoscleromorpha B
3HAYUTEJIbHOI CTENEHU OTJIMYaeTCs OT BTOTO Ipo-
1ecca y Ipyrux ryook, mpuyeM 3TU pas3sIuMs KacaroT-
¢ 1 MOP(GOreHETUYECKMX IPOLECCOB, U CTPYKTYPhI
nouku. ITouka mpencraBiasieT coOOil BEIPOCT CTEHKU
TeJia POAUTEIBCKOI 0COOM 1 pa3BUBACTCS 3a CUET DI~
TeJIMaabHOTro MopdoreHesza — sparuHauny. Kietku B
00acTy TOYKOBAaHUSI HE MUIPHUPYIOT, He 00pa3yloT
CTyILIeHUI, He TIpojindepupyior. B cocraB mouku Bxo-
IISIT BCE TUTTBI KJIETOK, KOTOPBIE MOXKHO OyzIeT oOHapy-
XKUTh Yy (opMUpyIolIeiicss U3 Hee B3pOCHOil TyOKM
(Ereskovsky, Tokina, 2007). Ilepen ocenanuem Ha cyo-
CTpaT MoyKa MpUoOpeTaeT CTPYKTYpy paroHa ¢ CUKO-
HOMIHOI BOOIOHOCHOM CUCTEMOMA.

MHorue HpecHOBOIHBIE WM HEKOTOPBIE 3CTyap-
HbIe/MOpCcKMe TyOoKu u3 Kiaacca Demospongiae ¢dop-
MUPYIOT MOKOSIILYIOCS CTPYKTYpY, KOTOpasi Ha3bIBa-
ercs remmyna (Simpson, 1984; Fell, 1993). I'emmyna
MPEICTaBIISIET COO0I KOMITAKTHYIO OTHOPOIHYIO Maccy
KJIETOK, OKPY>KEHHYIO KOJUTar€HOBOM KarlCyJIOi, 4acTo
BKJTIOYAIOINIEN CIUKyJbl. [IpopactaHve reMMmysbl co-
MIPOBOXIAETCS MUTO3aMU TE30LIUTOB (BHYTPEHHUX TO-
TUIOTEHTHBIX KJIETOK), aKTUBHOM KJIETOYHOII MUTpa-
LYei 1 Ki1eTouHoi nuddepeHIpoBKoii. B pesynbraTte
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BCEX 3TUX MPOILIECCOB TTOTYYaeTCS MaJIEHbKasl, HO TIOJT-
HOCTBIO (DYHKIIMOHAJIbHAsI IOBEHUJIbHASI IYOKa, UMEI0-
1asg CTPyKTypy paroHa c JIEHKOHOUIHOW BOOOHOCHOM
cuctemoii (puc. 5r) (Brien, 1932; Hohr, 1977).

TakuM o6Gpa3oM, IOBEeHWIBbHBIE TYOKH, (GOPMUPY-
OIIMeCs 3a CYET OECITOJIOTO pa3MHOKEHUSI KaK B CITy-
yae MMOYKOBaHMSI, TaK W TP MTPOPACTaHUU TeMMYII,
WMEIOT CTPOEHUE paroHa.

PA3BBUTHUE I'VBOK B XOJE
PETEHEPALIMOHHBLIX I[TPOLIECCOB

Ha rybxax BBITIOJTHEHO OOJIBIIIOE KOJIMYECTBO IKC-
MEPUMEHTOB IO JUCCOLMAIIMM 1 MOC/IeayIoIeii pear-
perauuu KJjeTok. bbuio 1nokasaHo, 4To KJIETKA MHOTHUX
ryooK Ha MOCJIeIHUX CTaAUSIX pearperaluyd OpraHnu30-
BaHbl B KOMIIAKTHOE C(epruyecKkoe Teslo, COBCEM He
MOXOXee Ha PhIXJIbIE CTPYKTYPbI C HEMHOTOUYMC/IEHHBI -
MU MEXKJIETOUHBIMM KOHTaKTaMU, HaOJII0NaroInecs
Ha HayaJbHBIX 3Tanax pearperanuu (Lavrov, Kosevich,
2014, 2016). Ha ciemyroreM 3Tarie y arperatoB (op-
MUpYETCS THUHakoaepMa. DTa CTaausl Ha3blBaeTcs
“npummopd” (Custodio et al., 1998), u ee nocTkeHne
O3HayaeT 3aBeplleHUe arperaiun KieToK 1 oTaeIeH e
BHYTPEHHEM Cpelbl arperara OT OKPYKaloILE Cpelibl C
MOMOIIIBIO CIUIOLIHOIO cJiosi muHakonepmbl. [locre
MPUKPETJIEHUsI K TBEPAOMY CYOCTpaTy CTpyKTypa
npuMMopda MOJTHOCTBIO Mpeodpa3yeTcs 3a CUET pa3-
HOOOpa3HbIX MOP(OreHeTUUEeCKNUX TMPOLECcCOB, U B
pe3ynbTaTe GopMupyeTcss MajeHbKasi, HO TTOJHO-
CTbIO (PyHKIIMOHAJIbHASI U XOPOIIIO CTPYKTYPUPOBaH-
Hag ryoka (Lavrov, Kosevich, 2014, 2016). DTa ryoka
MMeeT CTPOeHUE paroHa (puc. Se).

Monogast ryoka, Kotopass GOpMUPYETCSI U3 He-
OoJpIIOrO (hparMeHTa Tejla B3POCJIOM O0COOU, TOXKE
pa3BUBAETCS Yepe3 CTaaUIO paroHa, XOTs POAUTEb-
CKMe 0ocoO0M MOTYT MMETb caMoe pa3HOOOpazHoOe
crpoenue (puc. 5m). B ciaydae, ecnm poauTeabckas
0COOb SIBJISIETCSI aCKOHOUTHO TYOKOI, pereHepanus
He CBsSI3aHa C MacCIITAaOHBIMM IIEPECTPOMKAMU TPEX-
CJIIOMHOM CTPYKTYpPHI (pparMeHTa ee Tejia, COCTOSIIe-
ro M3 BIUTEIMAIILHONM NMUHAKOASPMBI, ME30XWIa U
SMUTEIIMATBHOM XoaHoAepMEBI. TpeXcinoiHbIi dpar-
MEHT IMPOCTO CBOPAUYUBAETCSI XOAHOJICPMOI BHYTDb,
00pa3ys IpU 3TOM 3aMKHYTYIO BHYTPEHHIOIO ITOJIOCTh
(Jones, 1957). HeGosnblii0it hparMeHT Te1a CUKOHOW/T-
HOIM T'yOKM IOIBepraeTcs B Hadajie pereHepaluu ce-
PBE3HBIM JIECTPYKTUBHBIM U3MEHEHMSIM, B OCOOCHHO-
CTU 3aTparuBalolIMM Ty YaCTh CUCTEMbl KaHAJIOB BO-
JIOHOCHOM CHUCTEMbI, KOTOpasi pacHoioXeHa BOJIM3U
paneBoii moepxHocty (Koporkosa u np., 1965). Pas-
BUTHE pereHepara JeMKOHOMTHOM I'yOKM TaKKe CBSI-
3aHO C CYILIECTBEHHOM peopraHU3alueil MCXOIHOIO
CTpoeHus poauTeabckoii ryoku (Connes, 1966; Ko-
potkoBa, Hukutun, 1968).
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Puc. 5. PazHOOOpa3HbIe OHTOTEHETUYECKHE U peTeHepalIMOHHBIE TTPOIIECCHI, Beaylire K (bOpMUPOBAHUIO (DMIIOTUTTNIECKOT
CTaJINy ryOOK — CTaJIMU CIIOHTOTHUIIA: @ — CIIOHTOTUIT; 6 — MeTaMOpP(dO3 TMYMHKU; B — Pa3BUTHE T'YOKU U3 TTOYKU; I — pa3BUTHUE
ryOKM 13 TeMMYJIbI; I — pearperaius KJIeToK; € — pereHepalusi r'yOKM 13 HeOOJIbIIOro (pparMeHTa Tea.

CTAAUA PATOHA — OUJITOTUITTNYECKAA
CTAIUA PASBUTUA I'YBOK

B 0630pe Obu1 IIpoBeIcH CpaBHUTEILHBIN aHAIN3
pa3BuThusg TpencraButeisieii tmma Porifera B xome:
1) 110/10BOrO M GECIOIOTO pa3MHOXEHMSI; 2) pearpera-
LM TUCCOLIMUPOBAHHBIX KJIETOK; 3) pereHepaiu u3
HeOoJblIoro ¢hparmMeHTa Tesaa. Pe3yabTaThl 3TOro aHa-
JIn3a MO3BOJISIIOT YTBEPXKAAaTh, UTO Y I'yOOK HMMeeTCs
duoTunryeKast craausi pa3BUTHUSI, KOTOPOil MOXKHO
JIaTh Ha3BaHUeE “cnoneomun” (spongotype). DToi prIo-
TUTTMYECKI CTaAuU COOTBETCTBYET CTaaNs MOHOOCKY-
JIIOMHOM I0BEeHWJIbHOM I'yOKM — paroHa. Cramust paro-
Ha TUNUYHa Wisi Demospongiae, eil e cOTBETCTBYeT
OJIMHTYC, XapakTepHblii st Calcarea (puc. 4, 5a). Pa-
TOH MMeEEeT XOPOIIIO BBIPAKEHHYIO anKO-0a3abHYIO
OCb, €T0 TeJIO paauaIbHO CUMMETpUJHO. JIJ1s1 Hero xa-

pakTepHbI HEOOJbIINE pa3Mephbl mopsiaka 1—2 M.
IToBepxHOCTh paroHa IOKpbITA YIUIOIIEHHBIMU SITU-
TeJIMaTbHBIMU KJIeTKaMu — TMHakouuTamu. OCHOB-
Hasl MIpAYMHA, MO3BOJISIONIasl paccMaTpuBaTh paroH
Kak ¢uiioTunuyeckyto craauto Porifera — mojsHoe co-
OTBETCTBUE PACMOJIOKEHUSI BCEX €ro KJIETOYHBIX U
aHATOMUYECKUX CTPYKTYp M TIOJIOBO3PEJION TYOKU.
MoKHO cKa3aThb, YTO Ha CTaIuMu paroHa hopMUpyeTcst
OCEBOU KOMILIEKC 3a4aTKOB CTPYKTYpP B3pOCJIOi ry0-
KU, a 32 Heil CJIeayI0T TOJIbKO POCTOBbBIE TTPOLIECChI.

SAKJIIOYEHUE

B 3axkitoueHre HeoOXOAMMO ellie pa3 MoaYepK-
HYTb, 9YTO Pa3BUTHE MPaKTUUYECKH JTIIOOOTO MpemcTa-
Buress tuiia Porifera B mo0oii cutyaium (II0JIoBOe
pasMHOXeHHe, OecItojoe pa3MHOXEHHE, pereHepa-
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LIOHHBIC IIPOLIECCHI) M IPU UCIIOIb30BAHUHU JTIOOBIX
MOP(OTEeHETUIECKMX IIPOIIECCOB IIPOXOMUT 4Yepe3
00IIIyI0 TSI BCeX TyOOK CTaguIo paroHa. DTa CTaaus
MopdoIornyeckn egmHOOOpa3Ha I BceX (puiore-
HeTndeckmx rpynn tumna Porifera. MBI mpennaraem
paccMaTpuBaTh 3Ty CTAIUIO HE TOJIbKO KaK (hUIOTH-
nuJeckyto craauio Porifera, Ho 1 Kak MoAeJIb TUTIO-
TeTUYECKOI MPpeNKOBOI I'yOKU — CIIOHTOTHUIL. J1J151 TO-
IO, YTOOBI MOATBEPAUTH UJIN OIIPOBEPTHYTH KOPPEKT-
HOCTb CIIeJIJAaHHBIX BBIBOJIOB, HEOOXOAUMO MPOBECTHU
JIeTaJIbHOE MCCICIOBAHUE MOJEKYISIPHO-TeHEeTUYe-
CKHX MEXaHM3MOB, PETYIUPYIOIINX (HOPMUPOBAHUE
paroHa y HIpeiacTaBUTENC pa3HBbIX (PUIOTeHETHYE-
CKUX Ipyni ryook. Takoe mcciaemoBaHue OyAeT CII0-
COOCTBOBAaTh Jy4IIEMYy IIOHMMAaHMIO MEXaHU3MOB,
BOBJICYEHHBIX B 3BOJIIOLUIO IUIAHOB CTPOEHUSI KaK
ry0oOK, TaK ¥ IPYTUX MHOTOKJIETOYHBIX XKBOTHBIX.

PabGoTa Obl1a BRITOJIHEHA TPU MOAIEPKKE TpaHTa
PH® 17-14-01089.
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Each animal phylum has its own bauplan. The phylotypic stage is the ontogenetic stage during which the phy-
lum level characteristics appear. This stage refers to different stages of development in different animals.
Sponges are one of the simplest, and probably the oldest multicellular lineage of extant animals. On the basis
of the analysis of sponge development during i) sexual and asexual reproduction, ii) regeneration from small
body fragments, and iii) cell reaggregation, we suggest a hypothetical variant of their phylotypic stage (spon-
gotype): the mono-oscular juvenile — the rhagon. The major feature which permits to consider the rhagon as
the phylotypic stage of Porifera is the final, definitive position of all the cellular and anatomical elements of
the future adult sponge. At the rhagon stage the pattern of the axial complex of anlagen is already formed, and

only growth processes occur at the later stages.

Keywords: Porifera, phylotypic stage, Bauplan, rhagon, metamorphosis, regeneration, budding, gemmule

hatching, evolution
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