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ActoreHes Cribrilina annulata (Fabricius, 1780)
(Bryozoa: Cheilostomata): Hopma u aHomanus
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PE3IOME: Oxomo 6000 mononbix komouuit Cribrilina annulata (Fabricius, 1780) Oputn
cobOpaHbI ¢ pa3nnyHbIX cydcTpaTtoB B eTHHe Mecsibl 2000-2002 roga B bapennieBom u bemom
Mopsix. Bee xonmoHun Obutn kKapTupoBaHsl. [locine aHanu3a mociie0BaTeNbHOCTH MOYKOBAHHS
30010B AJIS 3TOTO BUA OTIMCAHO TEOPETHIECKOE MOP(PONPOCTPAHCTBO CTPOCHNUS 30HBI PAHHETO
aCTOTEHE3a, MMOJICYUTAHO YMCIIO BOSMOKHBIX BAPHAHTOB €€ CTPOeHUs. J{71s1 COOpaHHBIX KOJOHUH
OTIPEJIETICHO YHCIIO0 PEATTM30BAaHHBIX BAPHAHTOB CTPOCHUS U, TEM CAMBIM, OTIMCAHO SMIIUPUIECKOE
MOP(OIPOCTPAHCTBO CTPOCHMS 30HBI PaHHETO acToreHesa. IlokazaHo, 4ToO peann3oBaHa JIHIIb
OUYCHBb HEOOJBIIAS YACTh TEOPETUIECKN BO3MOXKHBIX BAPUAHTOB, IPUUIEM JOJISI PEANTN30BAHHBIX
BapUaHTOB yOBIBACT C yBEIMYEHHUEM 4YHCIIA 300UI0B B KOJMOHHH. OOHAapyKEHHBIC BapUAHTBHI
CTPOEHHS CYIIECTBEHHO PA3IMIAIOTCS 10 YaCTOTaM. B ¢Bs3M ¢ 3THM BBEAECHO NMOHATHE Hanboee
YacTO PEATN3YIOLIETOC — «MOJAIBHOTO aCTOI€HE3a).

IIpn pomymieHMM «UA€aNTbHON TOYHOCTHY IMPOLECcca MOYKOBAHMA (CHHXPOHH3MPOBAHHOM
Pa3BUTHUH BCEX BO3MOJKHBIX IMOYEK) CMOJCIMPOBAH «UACAIBHBII» acTOTCHE3 JAaHHOTO BHIA
MminaHky. [TokazaHo, 9TO «HeaIbHBIN» aCTOT€HE3 COBNAAAET C MOJAIBHBIM. 3HAUNT, HAOMI01a-
I0IIeecsl Pa3HO00pa3ue CTPOCHUS KOJIOHUN MOKHO PacCMaTpHBATh KaK PE3yNbTaT CIydalHBIX
OTKJIOHEHUH OT «HJealbHOI» IOCIEN0BATEIFHOCTH MOYKOBAHHUSA 300MA0B. B TakoM ciryuae
HaOITI0HaroIIascs IIacTHIHOCTE (hopmbl Konmornu C. annulata ipu paHHEM acTOTEHE3e SABISETCA
HE aJJaTUBHOM, a cirydaifHoi. bosee Toro, aHanmm3 oOHapyKEHHBIX BApUAHTOB CTPOCHUS ITO3BO-
JSIET TPEIONOKUTh, YTO KOJOHHWH, HAanOOJee CUIBHO OTIMYAIOLINECS OT «UACANbHBIX», HE
BBDKHBAIOT.

KIJIFOYEBBIE CJIOBA: momysipHOE CTpOeHHE, acTorenes, Mimanku, Cribrilina annulata.

Astogeny of Cribrilina annulata (Fabricius, 1780)
(Bryozoa: Cheilostomata): the standard and the
anomalies

E.B. Yagunova

Department of Invertebrate Zoology, Biology and Soil Science Faculty, St.-Petersburg state
university, Universitetskaya nab., 7/9, St.-Petersburg, 199034 Russia.
e-mail: katrin.home@mail.ru

ABSTRACT: About 6000 young colonies of Cribrilina annulata (Fabricius, 1780) were
collected from different substrates during consecutive summer seasons of 2000 — 2002s in the
White and Barents seas. All colonies have been mapped. After analysing budding pattern, the
theoretical morphospace of the structure of early astogenesis zone has been described. Then the
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number of theoretically possible types of structures has been determined. For the collected colonies
the number of realized structures has been counted and, thus, the empirical morphospace of early
astogenesis zone has been described as well. It has been demonstrated that only a small part of all
theoretically possible colony structures are realized in nature, the proportion of the realized
variants decreasing with the increase of the number of zooids in the colony. The frequencies of the
discovered structure variants turned out to be considerably different. The astogenesis leading to the
most common colony structure has been called the “modal astogenesis”.

The “ideal” astogenesis has been constructed on the assumption of “the perfect precision” of
the budding process (synchronized development of all the possible buds). The “ideal” and the
“modal” astogenesis have been shown to coincide. So, the diversity of colony structures can be
interpreted as a result of fluctuations, accidental deviations from the “ideal” budding mode. This
means that the observed plasticity of the colony formity in early development of C. annulata is not
adaptive but random. Furthermore, the analysis of the structure variants in collected colonies

suggests that the colonies most divergent from the “ideal” ones lack vitality and die.

KEYWORDS: modular construction, astogeny, Bryozoa, Cribrilina annulata.

BBenenue

MonynpHBIC OPraHU3MbI OOBIYHO IPOTUBO-
MOCTABISIIOT YHUTAPHBIM. OCHOBHOE MX OTJIH-
YHe COCTOUT HE CTOJIEKO B HATMYUH ITOBTOPSIIO-
MIMXCSl CXOJIHBIX MOJyJIeH, CKOJIBKO B CaMoi
JIBYXYPOBHEBOCTH, HEPAPXUIHOCTH OpraHu3a-
I[1H, JOCTUTAEMOM 32 CUET TAaKOr0 TOBTOPEHHUS
(McKinney, Jackson, 1989; Rosen, 1979).
MoaynbHbIM, B 4aCTHOCTH KOJIOHHAIbHBIN,
OpraHu3M 00J1a1aeT COOCTBEHHBIMHU, SMEPIKEH-
THBIMH CBOMCTBaMHU, HE CBOJUMBIMH K CBOW-
CTBaM COCTaBJISIOIINX €r0 JIeMEHTOB (Sanchez,
Lasker, 2003). J151s1 KOJIOHUH BCE aCIIEKTHI (hop-
MHUPOBAHUSI CTPYKTYP Ha300UAaTBHOT'0 YPOB-
Hs 0003HavaT TepMuHOM actorene3 (Pachut
etal., 1991).

OnHUM U3 HEMOCPEICTBEHHBIX CIIEICTBUN
MOJIYJIBHOT'O CTPOGHHSI CYMTAETCSI KpalfHE BbI-
COKasl IITACTHYHOCTB hopMbl. MapdenuH (1993)
YKa3bIBAET, YTO IPOCTOP It hopMooOpa3oBa-
HUSl HA YPOBHE KOJIOHMAJIbHOTO OpraHu3Ma
obecrieunBaeTcs 3a CYET TOro, YTO TeHEeTHYeC-
KHE OTPaHHYCHHS, CBOHCTBCHHBIC OJIHHOYHBIM
OpraHu3Mam, JICHCTBYIOT JINIIb Ha yPOBHE 300-
uja, a He Bcei kosoHuu. OTHOBPEMEHHO MO/
YEPKHUBAETCSI, YTO ISl CHIITICTO KOJIOHHATTHHO-
ro OpraHM3Ma IJIaCTHYHOCTh (POPMBI a/IeKBaT-
HO COOTBETCTBYET aCHMMETPHUYHOCTH OKpYKa-

romeit cpensl (Mapdernun, 1993). dns mon-
BIDKHOTO YHHTapHOTO OpTaHW3Ma OKpY’Karo-
1m1as cpeia 00BIYHO CHMMETPHYHA, YTO BEAET K
OMIaTepabHOCTH WIIH K PaJANAIbHON CHMMET-
pHH, B TO BpeMsI KaK JUIsl KOJOHHAIBHBIX Opra-
HU3MOB «cjabas TeHeTH4YecKas MpenoIpesie-
JIEHHOCTH (DOPMBI KaK HENb3s JTydIle COOTBET-
CTBYET YCIIEIIHOMY OCBOCHHIO aCHMMETPHY-
HBIX cpermy (Mapdennn, 1993, ¢.120). Tem He
MEHEe, CTOJIb BBICOKAS INTACTHYHOCTD PEan3y-
eTcs B paMKax OIPEICNICHHBIX 3aKOHOMEPHOC-
TEH, 4TO MO3BOJISIET PACCMATPUBATh ACTOTCHE3
KaK HEKOTOPBIN CYyIIEPOHTOI'€HE3 — OHTOTCHE3
Ha YpOBHE eIMHUIIEI BEIcTero mopsiaka (Pachut
et al., 1991).

Cunraercs, 9TO HaUOOJBIIETO COBEPIICH-
CTBA KOJIOHHAJIbHAS OPraHU3aNns MIIAHOK J10-
cturia B oTpsae Cheilostomata (Ryland, 1979).
B aTo01i rpyIITIIe 9BOIOIIMOHHO O0JIee IPEBHUME
CUHTAIOTCS HHKPYCTHPYFOITHe (OPMBI (BCE 300-
W6l KOJIOHUH KOHTaKTHPYIOT ¢ CyOCTpaToMm), a
Cpean HUX MEePBUYHBIMU— (DOPMBI C TaK Ha3bI-
BaeMOW YHUCEepHAIbHOW GopMoii pocTa, dop-
MHPYIOIIHNE Ha CyOcTpaTe BETBSIIIMECS 1Ie0Y-
ku 300u10B (McKinney, Jackson, 1989; Huky-
mmaa, 2000). [Tocnemyromee BOSHHKHOBEHUE
MYJIbTHCEPHATBHBIX KOJOHUH, 00pa3yomnX Ha
cyOcTpaTe CIUTOLIHBIC «IISITHA», TPAKTYETCS KaK
pe3yibTaT TeTepOXPOHIH — W3MEHEHHS Bpe-
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MeHn 3aknanku modek (Hukymmna, 2001a).
VIMEHHO MHKPYCTUPYIOIIMM MYJIbTUCEPUAIIb-
HBII POCT MPUBOJUT K (POPMHUPOBAHHIO HANOO-
JIee CII0’KHO OPTaHU30BAHHBIX KOJOHUM.
Henb3st He 3aMeTHTh, YTO 3aKOHOMEPHBIH
acTOreHe3 KOJIOHUH M BBICOKasl MJIACTUYHOCTh
uX (OPMBI MPEACTABIAIOT COOOH MPOTHBOMO-
JIO)KHBIE CBOWCTBA: YEM JKECTUE 3aKOHOMEPHOC-
TH POCTa, TEM MEHBIIIEE pPa3HOO0pa3ue MOXKET
OBITh IOCTUTHYTO. B nanHoM pabote ucciemayer-
Csl CTENICHb M3MEHYUBOCTH (POPMBI KOJIOHUHU U
MEXaHHU3MbI OIPAHHMYCHHS 3TOH U3MEHUHBOCTH.
B kauecTBe 00beKTa OBLT BEIOPAH HIHPOKO
pacrnpoCTpaHCHHbBIH, OOUTAIOIIMIA HA pa3jIny-
HBIX CyOCTpaTax, XopoIlo u3y4eHHbIH Mopdo-
JIOTHYECKU BHJI MHKPYCTHUPYIOIIEH MIIAHKH
Cribrilina annulata (Fabricius, 1780).

MaTepnaJI " METOAbI

Marepuan coOupaiu B JETHHUE MECSIIbI
2000-2002 romos B bapenueom (BocTtounsrii
Mypwman, BOau3u noc. JlanpHMe 3€JCHIBI) U
benowm (ry6a Uyna Kannamnakmnickoro 3aivBa u
ConoBenkuit 3amuB) Mopsax. Komonunm C.
annulata coOpaHBI ¢ Pa3IMYHBIX CyOCTPaTOB
(kamMHH, TanIoOMBI BoJopocielt Laminaria
saccarina, Odontalia dentata, Phycodrys
rubens, Phyllophora interrupta) npu mOMOIIH
KOIIIKHU WJIM C UCIIOJIb30BAaHUEM JIETKOBO10J1a3-
HOTO cHapspkeHust. st nccnenoBanus oroupa-
JIM MOJIOJIbIE KOJIOHHH (pazMepoM 1-9 300110B).
KapTtupoBanbl ObUTH T€ KOJIOHUH, B KOTOPHIX HE
OBLIIO BHUAUMBIX HpeHﬂTCTBI/Iﬁ K ITIOYKOBaHHIO
aHLIECTPYJIbl (KOHTAKTOB C KpaeMm cyOcTpara
WJIN IPyTUMH 00pacTaTesiMi) — TaKuxX ObLIO
nojiaBisironiee 6onbmmHCTBO. [Ipu kKapTHpoBa-
HUH JUTI KOKA0TO 300112 yCTaHABINBAJIOCH, B
pPE3YIbTATEC MOYKOBAHUA KAKHX 300HUJI0B OH
chopMupoBaCs. YUUTHIBAIH TOIBKO MOJTHOC-
ThIO ChOPMHUPOBAHHBIE 300UIbI — T€, Y KOTO-
PBIX OOBI3BECTBIICHA JUCTATIbHASA CTeHKaA. Bee-
ro 66u10 KapTUpoBaHO 0ko0J0 6000 KOITOHUI.

OnHoW W3 TPOCTEHIIUX XapaKTEPUCTHK
MOP(]OJIOTHYECKOTO Pa3HOOOpasusi CTPOCHHUS
KOJIOHUH SIBISIETCS KOJIUYECTBO Ppa3JIMYHbIX Ba-
PHAHTOB PACIOJI0KEHHS 300MJ0B (ITOT MOKa-
3arelib aHAJIOTUYEH ITOKA3aTeNi0 «YUCIO BH-
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JIOB», UCIIOJB3YEeMOMY IS OLIEHKH BHIOBOTO
paszHooOpa3us). OMIUPUUECKHE 3HAUCHHUS ITO-
ro nokasatens (R ) ObLIN ONPEENEHBI IS KO-
JIOHUH KaXkJI0TO pa3mepa.

[Tocne ananu3a mocae10BaTEIBLHOCTH Pa3-
BUTHS TOYEK 3001 aMH1 3TOTO BUJIa pacCMOTpe-
HBI JIBE MOJIeNM acToreHesa. llepBas u3 HuUX,
«HJeabHBINA ACTOTEHE3», TIOCTPOEHA B IPETIO-
JIOKEHHH, YTO TIOYKOBAHUE BCEX 300MI0B KO-
JIOHUHM MPOUCXOAUT ITYTEM HJACAIIBHO TOYHOH
peanu3anuy 0JHOM U TOM K€ IPOrpaMMBbl, CIIy-
YaiiHple (DaKTOpPBl OTCYTCTBYIOT. Bo BTOpOIi
MOJIEIIN — MOJETH «CITy4aifHOTO acTOTE€HEe3a»
— OIIMCaHO MHOKECTBO «TEOPETUYECKH JAOIY-
CTUMBIX» aCTOT'CHE30B B NPEATIOJIOKCHUHN, YTO
MOYKOBaHME 300MJ0B HE CKOOPIUHHPOBAHO,
ciydaiiHbie (aKTOPhI OKa3bIBAIOT CYIIECTBCH-
HOE BIMSHHUE Ha MpOoIecc pocTa KosoHnu. Ha
OCHOBAaHMH aHAJIM3a BTOPON MOJIEITH BEIYHCIIE-
HBI TEOPETHYECKUE 3HAYCHMS MOKasaTens R ,
TO €CTh TEOPETHYECKH BO3MOXKHOE KOJINYECTBO
BAapMaHTOB CTPOCHUS KOJIOHMHU. 3aTeM MpoBe-
JICHO CpaBHEHHE 3TUX MOJIeIIeH ¢ acTOreHe3aMH
peanbHbIX KOJIOHUM.

Jlns nanpHenIe KoJIu4eCTBEHHOMN OIEHKU
MOP(}OJIOTHYECKOTO Pa3HO00pasusi peann3o-
BaHHBIX AaCTOICHE30B NPUMEHCH OJWH U3 WH-
(hopmarnoHHbIX HHACKCOB — nHIeKe [lleHHOHA

[:_Zpi'lnpi

(p, — J1OJIs KOJIOHUH OPEJIENIEHHOTO CTPOEHHUS
CpeIy BceX KOJIOHWH JJaHHOTO pazMmepa). DTOT
WHJIEKC NIPUMEHSIETCST B DKOJIOTHHU JUIsl OLICHKU
BHJIOBOT'O Pa3HOOOpa3nsi U MMEET JIBa BAKHBIX
JIOCTOMHCTBA: OH SIBJISIETCS HETTAPAMETPUUECKUM,
U, KpOME TOT0, M03BOJISIET OLIEHUBATH OJHOBpE-
MCHHO U BBIPOBHCHHOCTbH BUIOBOT'O COCTaBa, U
ero borarctBo (Marappas, 1992). B namem city-
yae nHjekc [1leHHoHa TO3BOJISIET OLIEHHUTH U CO0-
CTBEHHO pa3HO00pa3ne BapHaHTOB CTPOCHHS KO-
aounu C. annulata, v cTeneHb npeoOnanaHus
OJJHUX BapMAHTOB CTPOCHHS IO CPAaBHEHHIO C
JIPYTUMU.

IToukoBaHNe 300U/10B

Jlvuunku Cribrilina annulata B pe3ynbrare
MeTaMopQo3a Jar0T Ha4aJIo aHIeCTpyJie— Iep-
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Puc. 1. A. TunuuHble BapHaHThI PacloOKEHHE caiiToB moukoBauus 3oouna Cribrilina annulata. B.
TunuuHoe cpacTaHue MOYEK MATEPUHCKUX U JOYEPHUX 300U0B.

d — nucranehsle, dl — aucro-narepansHble, pl — npokcH-naTepalibHble caiiThl; pal, pa2 — MaTepUHCKUE 300UbI,
dol, do2 — ux nouepnue 300uabl, ful, fu2 — 3001161, 00pa30BaHHBIC CIUSHUEM MOYEK.

Fig. 1. A. The common location of budding sites for Cribrilina annulata. B. The typical fusion of parental

and daughter buds.

d — distal, dl— disto-lateral, pl — proxy-lateral sites; pal, pa2 — parental zooids, do1, do2 — their daughter zooids,

ful, fu2 — zooids formed by fursion of the buds.

BOMY 3001y (opmupyromielics konounu. Oc-
TaJIbHBIE 300H/Ibl 00Pa3yIOTCS ITyTEM IIOYKOBa-
Hust. [Iporece popMUpPOBaHUS OYKH Y 3TOTO
Bua xopoio usydeH (Ostrovsky, 1998; Powell,
1967; Hukynuna, 1999,20010). Pa3Butne nou-
KW HAUMHAETCs B IIpe/ieNax OrpaHUYEHHON 30HBI
POIUTETHCKOTO 3001 a — CaiTa MOYKOBaHUS,
KOTOPBII MOXKET UMETh JIaTepaJIbHOE WIIN JIHC-
TaJbHOE pacroyiokenue. Hanbonee THIMYHbI-
MU SBISIOTCS JIBa BapHaHTa PaclOI0KEHUS
caifToB MOYKOBaHMs, MPUBEICHHBIC HA PUCYH-
ke 1A. B o0oux ciyyasix UMEIOTCS MapHbIe
MPOKCH-JIaTepaJIbHBIE U TIapHBIE AMCTO-JaTe-
panbHbIe caifTel moukoBaHus. Kpome 3tux ue-
TBIpEX JIaTePATbHBIX CAHTOB UMEIOTCSI OJTHH WITH
JIBA TUCTAIIbHBIX.

[Tpu popmupoBaHNK HOBOTO 3001/1a OOBI3-
BECTBJICHHE €r0 CTEHOK OCYILECTBIIAETCS OT
IIPOKCUMAJIbHOIO Kpas K JucTanbHoMy. 1o aToi
MIPUYHHE 3aKJIaJKa CaiiTOB MOYKOBaHMS BCETAa
MIPOUCXOJUT B CTPOTOM MOCIEA0BATEIBHOCTH,
Ha4MHas OT MPOKCHUMAJIBHOIO Kpas 300uaa. B
TAKOM K€ MOPSAJKE Pa3BUBAIOTCSA U JOUEPHUE

MOYKH: CHayaja MPOKCH-JIaTepalibHbIe, 3aTeM
JIICTO-JIATePaJbHbIE U CAMBIMU MOCIIEIHUMHU
— nucranbhble. [louku aHuecTpysl GopMu-
PYIOTCS B 0OpaTHOM MOCIIE0BATEIbHOCTH.

dopMupoOBaHe MOYKH MPOUCXOIUT TOJb-
KO B TOM Clydae, KOTJa Npuiiexaliee Heroc-
PEICTBEHHO K CaiiTy MOYKOBaHHS MPOCTPaH-
CTBO cBOOOAHO. ECITM IPOMCXOUT CTOJIKHOBE-
HUC IBYX IMOYCK, HAXOAAUINXCA HA pAaHHUX CTa-
JUsIX GOPMHUPOBAHMS, TO ATH TOYKH CIIMBAIOTCS
M JAI0T Ha4yajao OJHOMY JOYEPHEMY 300HIY
(Huxymmaa, 1999, 20016). Tax kak 300H1IbI
pacTyIiel KOJIOHHH [TOKPBIBAIOT CyOCTPAT IIIOT-
HO, HE OCTaBJISIsl CBOOOTHOTO MECTa, TO B MPO-
KCH-JIATEepaJIbHBIX CaiiTaX MOYKOBaHUS POPMHU-
POBaHHUE TOYCPHUX 300U 0B IPOUCXOIUT PE/I-
ko. ITo stum xe IIpuynHaM B KOJIOHHMHU MaJio
3001I0B, UMEIOIIMX €IUHCTBEHHBIH MaTepUH-
ckwmii 300u (SIrynosa, 2002). TUIUIHOM SBIIS-
eTCs CUTyalusl CIHSHUS T04YeK, (POpPMHUpPYIO-
IIMXCS B IUCTATIBLHOM CaiiTe MATePUHCKOTO 300~
UJia ¥ B JIUCTO-JIATEPAJIbHOM caifTe J10uepHero
3oouzaa (Puc. 1B).
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Puc. 2. [locnenoBaTenbHOCTS pa3BuTHS KOoHNU C. annulata Py peann3aniy «HIeaTbHOT0» acTOreHe3a.
Fig. 2. The “ideal” development of C. annulata colony.

Pe3yabTarsl

«neanpHbI») acTOreHes

IpencraBum cebe, 4To GOPMHUPOBAHUC U
pa3BuTHEe TOuYeK B paHHeM acrtorenese C.
annulata TPOUCXOIUT «HJCATHHO TOYHO», TO
€CTb, BBIITOJIHEHBI YeThIpe yciopus. (1) M3 Bcex
CaiiTOB MOYKOBAHMS PA3BUBAIOTCS MOYKHU. (2)
ITapHbie caiiThl TTOYKOBaHUS (HOPMUPYIOTCS
cuHXpOHHO. (3) Bpems mexny ¢popmMupoBaHu-
€M I0CIICIOBATEIbHBIX CAUTOB OJTMHAKOBO IS
BCEX 300U0B KOJIOHUH. (4) DTO BpeMsl TaKkoe
JKe, KaK BpeMsi, HEOOX0TMMOE pacTyIieMy 300-
uay uist GOpMUpPOBaHUSI TEPBO mouku. B aToM
ciryyae panHuii acrorenes C. annulata npounc-
XOUII OBl crieayromuM oopaszom (Puc. 2):

1. Aunectpyna (3ooup 1).

2. Cragust IByX 300UI0B: aHIIECTPYJIA U €€
JUCTaTBHBIN TouepHUil 300U (300U 2).

3. Ctaaus 4eThIpEeX 300HJI0B: JUCTO-JIATe-
pPaJBHBIC MMOYKH AHIECTPYJIbl U MPOKCHU-TIATEe-
PaJBHBIC TIOYKU BTOPOTO 300H1a (GOPMUPYIOT
300ubl 3 1 4.

4. Cranusi BOCBMH 300MJIOB: M3 IMPOKCH-
JaTepalbHBIX TOYCK aHIIECTPYIIbI, IPOKCHU-JIA-
TEpaJIbHBIX TOYEK 300UJ0B 3 U 4 WU IUCTO-
JaTepadbHBIX MOYEK 300U/ 2 (BCE ATH MOYKU
Pa3BHBAIOTCS CHHXPOHHO) (DOPMUPYIOTCS 300-
uasl 5-8.

5. Hdanee GopMUPYIOTCS 300HIbI U3 JHC-
TaJBHOM TOYKH 300HIa 2, IPOKCH-TIaTepalib-
HBIX ITOYCK 300UI0B 5—8, a TAKKEe JUCTO-JIaTe-
panbHBIX mouek 300un0B 3 u 4. Ha aroii xe
CTaIuu HauyuHaeTcs (OPMHUPOBAHHE MPOKCH-

MaJTbHOW (OTHOCHTENBHO aHIECTPYJIbI) YaCTH
KOJIOHMH— 32 CYET TOYKOBaHM 300U0B 5 1 8.

CTalII/H/I TPEX U MATH—CEMHU 300U 0B OTCYT-
CTBYIOT B HJICAIbHOM aCTOT€He3€e, TaK KaK CHH-
XPOHHOC MOYKOBAHHUE MPUBOAUT K OAHOBPC-
MEHHOMY (hOPMHPOBAHMIO 300HMJI0B 3 U 4, a
TaKXe 30017I0B 5—8.

IIpu panpHeliniem pa3BUTHM IO TAKOH XKe
CXeMe MPOUCXOJUT (POPMHUPOBAHHE «H[ICAIIb-
HOW» KOJIOHHHM, KOTOpas OmiIaTepaibHO CHM-
METpHYHA, €€ IIPOKCUMaJIbHad 4aCTb pa3BUBa-
€TCSl C HEKOTOPOU 3aJep>KKOM OTHOCUTEJIBHO
JTUCTATBHON 4acTu ((hopMHUpOBAHHE MPOKCH-
MaJILHOM YaCTH HAYMHAETCS TOJIBKO Korga yuc-
JI0 300MJI0B B KOJIOHHH JIOCTUTAeT BOCHMH). B
TaKOW KOJIOHUH y 3001/1a Beera GopMHUpyeTcs
TOJBKO OJIMH JIUCTAJIbHBIA JTOYEPHUH 300U/,
TaK KaK JaXXe IMPU HAJIMYUU JABYX NUCTAJIBHBIX
CaiiTOB MOYKOBAaHUS HMX MOYKH OyAyT pa3BH-
BaThCS OAHOBPEMEHHO M, CIIeJ0BATENBHO, CO-
JbI0TCsI. MopdoreHes Takoi KOJOHUH JKECTKO
ACTECPMUHUPOBAH 3aKOHOMCPHOCTAMU ITOYKO-
BaHUS, PACIIOJIOKEHHE 300MI0B OJHO3HAYHO
oTpesiessieTcss UX KOIUYECTBOM.

«Ciy4yaiiHbIi» acTOreHe3

PeasipHast KOJIOHUS, KOHEYHO K€, OTINYAeT-
Csi OT TOJBKO YTO OINHCAaHHOM ujcanbHOU. B
pearbHON KOJOHHH CHHXPOHHOCTH Pa3BUTHS
CIMMETPHUYHBIX TTOYEK MOXKET OTCYyTCTBOBATbH
(mammpumep, 300ub1 3 ¥ 4 MOTYT POPMHPOBATH-
Csl He OJTHOBPEMEHHO, a TOCIIeI0BaTENFHO). B
HEKOTOPBIX CIIyJasX MouKa MOXeT He c(hOopMH-
poBathCs (HampuMmep, U3-3a HATAYHS MEXaHH-
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E.b. Arynosa

Puc. 3. A. CxeMbl BO3MOKHOTO cTpoeHus ¢pparmenta konouuu C. annulata.

OG603HaueHbI 3001 1B, COCTABJISIIOLINE 30HY PAHHETO aCTOreHe3a.

B. Bce Bo3MOKHBIE BapUaHThl CTPOEHUS KOJIOHUU Ha CTa U ABYX 300U[I0B.

BLIL[eHeHLI T€ 300116l 30HBI PAHHET'0 aCTOIr€HE3a, KOTOPHIE BXOJAT B KOJIOHUIO. O06o03HaueHus 300HM10B 1-9 kak Ha Puc.
2; 91 u 9r — cecTpuHCKHE 300116l (JIEBBIH ¥ MPaBBbIii), GOPMHUPYIOLIMECS BMECTO 300112 9.

Fig. 3. A. The schematic description of C. annulata colony fragment.

The zooids comprising the early astogenesis zone are marked.

B. All possible variants of the colony structure at the two-zooids stage.

The zooids included in the colony are grey. The symbols of the zooids 1-9 are the same as in the figure 2; 91 and 9r are
the sibling zooids (left and right) that can arise in place of zooid 9.

YEeCKOTro MpersiTcTBHs Ha cyOctpare). MHorma
yKe cHOPMHUPOBABILHMIACS 30011 THOHET 110 Ka-
KUM-JTH00 pr4nHam. Bpems mexy oopasoBa-
HHEM OCJIEI0BATENIBHBIX TOYEK OTHOTO 300112
BapbpupyeT. To ecTh «uaeanbHOW TOYHOCTBION
TIporecc ITOYKOBAHMS HE 001a1aeT.

Ecnu mosHOCTBIO OTKa3aThCsl OT YeThIpEX
copMyITHPOBAHHBIX TPU MOCITUPOBAHHH HJIC-
AIIHOT'O aCTOTeHe3a YCIIOBU, TO IPU OJJHOM M
TOM K€ KOJIMYECTBE 300MJIOB CTPOCHHE KOJIO-
HUM (PacIoyIOKEHNUE 300M/I0B) MOXKET OBITH
pasnnuHeiM. Ha3zoBeM Takol acToreHes «ciy-

YalHBIMY, TIPOTUBOIIOCTABIISISI €TO KECTKO Jie-
TEPMUHHUPOBAHHOMY «HJeaIbHOMY». [Ipu Ta-
KOM acToreHese (opMHpOBaHNE 300UI0B 2—8
MOJKET IPOUCXOANTH MOYTH B TIOOOM HOPSIIKE.
Boiee Toro, npokcuManbHbIN | JIaTepaIbHbIA
POCT KOJIOHHH BO3MOXKCH IPH Pa3BUTUH JIHIIb
HEKOTOPBIX U3 HUX, HO HE 00s13aTeNIbHO BeexX. B
YaCTHOCTH, ITPY OHOBPEMEHHOM (hOpMHPOBa-
HUH TI0YEK 300MJaMu 6 U 7 B pe3yibTaTe X
CIINSTHHS MOKET CPOPMHUPOBATHCSI €IUHBIH /10-
yepHuil 30o0ua 9. B npoTuBHOM ciaydae MOTyT
obpazoBarkcs aBa 3oouga— 9l u 9r (Puc. 3A).
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Hazosem 300u151 2—8, a Takke 300uab1 9, 91, 9r
300HaMH PAHHETO, @ BCE OCTAIbHBIC — 300-
uaamMu nosanero acrorenesa (Puc. 3A) u one-
HUM YUCJIO TCOPETUUCCKU BO3MOXKHBIX BaprUaH-
TOB CTPOCHHS 30HBI pAHHET0 aCTOrCHE3a B KO-
JIOHUH HEOOJIBIIIOTO pa3Mepa.

HOCKOHBKy CHUHXPOHHOCTH IMOYKOBAHUA U
00513aTeIbHOCTD PA3BUTHS BCEX IMOYEK OO0JIBIIC
HE MPEJIoiaraeTcs, TO yKe Ha CTaIuH JIBYX
300H/I0B BO3MOYKHO IISITh BAPUAHTOB CTPOCHHSI
KOJIOHUH. 3TI/I IIATh BAPUAHTOB ONPCACIIAIOTCA
TeM, Kakas MMEHHO IOYKa aHIIeCTPYJIbI Jajia
nouepHuii 3ooua (Puc. 3B). B kononwuto, cocto-
AITYI0 U3 N 300170B (n<9), MOTYT BXOAUTH KaK
300H/IbI PAHHETO, TaK ¥ MO3/JHEr0 acTOreHe3a
(Puc. 3A). OnpenenuM 4uciIo BO3MOXKHBIX Ba-
PHAHTOB CTPOCHUS 30HBI PAHHETO aCTOI'CHE3a B
KOJIOHHH M3 N 300H110B (n<9), TO €CTh TEOpETH-
YECKOE 3HAYCHHE MOKa3aTelsi Mophooruyec-
KOro pasHooOpasus R . O6o3naunm A uucio
TEX BApUAHTOB CTPOCHUS, TPU KOTOPBIX B KOJIO-
HHUIO BXOJIST TOJBKO 300UIbl PAHHETO acTore-
nesa. Kak yxe ussectno, A =R =1, A =R =5.
PaCCMOTpI/IM BapUaHTBI CTPOCHUA KOJIOHUU U3
TPEX 300U 10B. B KOJIOHHIO MOT'YT BXOAUTH 300~
uael 1,2 u mro6oi u3 3001108 3-9, 91, 9r — 510
9 BapuanToB. Eciu 300111 2 HE BXOAMT B KOJIO-
HUI0, @ U3 300UJI0B 3 1 4 BXOJAUT POBHO OJTUH, TO
BO3MOYKHBI 2-:3=6 BapuanToB. Emie 18a Bapuan-
Ta MOJIYy4aroTcs, eciii 00a 300uaa 3 u 4 BXOAAT
B KOJIOHHIO, WK 00a He BXoasT. Beero monyyn-
n0ck 9+6+2=17, 10 ecTh A,=17. Torma R, = A+
A =17+5=22.TlocneHee COOTHOIEHHE OOBIC-
HSCTCSl CICIyrommM o0pa3oM. Eciu komoHus
COCTOUT U3 aHIIECTPYJIBI U CIIIE ABYX 300HI0B, TO
BO3MOJKHBI JIBa Ciiydas. B mepBom ciiydae oba
9TH 300U 1a MOTYT OKa3aTbCsAd KAaKUMU-TO U3 300-
0B 2-9, 91, 9r. KonruecTBo TaKuX KOJOHMH —
A,. Bo BTOpOM City4ae TONbKO OJUH U3 HUX —
KaKoi-To u3 3001108 2-9, 91, 9r. DTuX KOIOHMUIT
POBHO CTOJIBKO, CKOJIBKO CYIIECTBYET KOJIOHUIT
13 IBYX 300U10B, 002 U3 KOTOPBIX BXOJAT B 1-9,
91, 9r, asT0 M ecTh A,. PacCyknas aHaJIOTHYHO,
NOZICUMTBIBAEM, uT0 A =46, aTornaR =A + A+
A =46+17+5=68 . 3nauenus A u R s crenyro-
[IMX 3HAYCHHI N TIPUBEICHBI B Ta0uIe 1.

PaccMmoTpeHHbIe BapuaHThl, CIeays TEpMU-
Hosoruu McGhee (1999), npeacrasisior co-
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Ta6umna 1. KonndecTBo BApHAHTOB CTPOCHHS
KOJIOHUI. N — pa3Mep KOJIOHUH (YNCIIO 300H]0B);
An — TeopeTHYecKoe YHCIIO BApUAHTOB
CTPOEGHHS, IPH KOTOPBIX B KOJIOHHIO BXOJIST
ToJbKO 300uabl 1-9, 91, 9r; Rn (theoretical) —
TeopeTHYecKu paccuntannoe n Rn (empirical) —
pearbHO OOHAPYKEHHOE YMCIIO BAPHAHTOB
CTPOCHHS 30HBI PAHHETO acTOTeHe3a ISl KOJOHUIT
pasHoro pazmepa. N — 4nCII0 COOpaHHBIX
KOJIOHUH JJIST KasKI0TO 1.

Table 1. The number of colony structure variants.
n — colony size (the number of zooids); An —
the theoretical number of the structure variants
when the colony consists of zooids 1-9, 91, 9r
only; Rn (theoretical) — the theoretical and Rn
(empirical) — the real discovered numbers of the
variants of structure of the early astogenesis zone
for the colonies of different sizes; N — the num-
ber of collected colonies for every n.

n | An | Rn (theoretical) | Rn (empirical) | N
2 5 5 5 2215
3 17 22 12 971
4 46 68 15 1499
5 87 155 21 369
6 107 262 24 398
7 83 345 34 257
8 29 374 25 166
9 10 384 24 114

0011 mepednciIeHre AEMEHTOB TEOPETHIECKO-
ro MOp(OTPOCTPAHCTBA CTPOCHHUS 30HBI PaH-
HEro acToreHesa MoJooi (2—9 300u710B) KO-
nounu C. annulata. OTMETUM, YTO J0JIS OMIa-
TepaJbHBIX BAPHAHTOB CTPOCHUS (CHMMETPHY-
HBIX OTHOCHTEIHHO OCH aHIECTPYJIbl) KpaiiHe
masia. PopMUpoOBaHUE TTPOKCUMATILHON YacTH
KOJIOHHUH OTHOCHUTECIIBHO )IPICTaJ'[BHOﬁ HECKOJIb-
KO 3anasabiBacT (Ha'—II/IHaeTCﬂ HE paHEEC CTalun
TPeX 300HMI0B), HO HAYMHACTCS CYIIECTBEHHO
paHbIIIe, YeM MPH «HIeaIbHOM)» aCTOTCHE3E.

PeanbHbIN acTorenes

B pesynbpTare KapTHpOBaHUS MOJIOJBIX KO-
nouuii C. annulata cOCTaBICH CIICOK Pean3o0-
BaHHBIX BAPUAHTOB CTPOCHUS 30HBI PAaHHETO
actorenesa. Yuciio 00HapyKCHHBIX BAPHAHTOB
JUTS KaXJIOTO N, TO €CTh YMIIMPUYCCKUC 3HAYC-
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Puc. 5. A (xBazpatbl) — 10J11 peaU30BAHHBIX BApUAHTOB CTPOCHUS 30HBI PAaHHETO acTOreHe3a OT BCEX
TEOPETHUYECKH BO3MOXKHBIX B KOJIOHUSIX pasHoro pasmepa. B (kpyru) — unzexc [llenHona mopdonornuec-
KOTO Pa3sHO00pa3us CTPOCHUS KOJIOHMUH.

Fig. 5. A (squares) — the realized variants of the early astogenesis zone structure as a proportion of all
theoretically possible ones for colonies of different sizes. B (circles) — the Shannon’s index (the entropy)

of the morphological diversity of the colonies structure.

Hust uuaekca R, mpusenens: B tabmuue 1. Jins
n=2 BCTPEUCHBI BCE TEOPETHUECKU BO3MOXKHBIE
BapuaHThl cTpoeHus. [t 6oNbIINX 3HAYCHHIH
n 0OHapyKUBaEM, YTO YUCJIO HAWICHHBIX Bapu-
AQHTOB CTPOEHUS MEHBIIIE, UM YHCIIO TEOPETH-
YECKH BO3MOKHBIX, IPHYEM J0JII PeaTn30BaH-
HBIX BapuaHTOB yObIBaeT (Puc. 4). Ilpu n<6
YHCII0 U3YUYCHHBIX KOJIOHNH BeCbMa BEJTMKO —
OHO IPEBOCXOIUT KOJIMUYECTBO BOZMOXKHBIX Ba-
pHaHTOB cTpoeHusa. O HAKO, HECMOTPSI Ha 3TO,
HallTH BCe TEOPETUUYECKH IOTTYCTUMBIE BapHaH-
THI HE YAAJIOCh.

Cpenu 00HapyKEHHBIX CIIOCOOOB PACIIOIIO-
JKEHMSI 300M10B MO>KHO BBIJICIIUTE O0JIee U Me-
Hee 00bIuHbIe. Hanbosnee yacThiii mopsiaox moy-
KOBaHUSI aHLIECTPYJIbl, 00HApYKEHHBIN B 93 %,
COOTBETCTBYET XOJIy «HJI€AIIbHOT0» acTOreHe-
3a. [Ipu aTOM nOYEpHUii 30011 pa3BUBAETCS U3
JMUCTANBHON MOYKHU aHIecTpybl. B 6,7 % cmy-
YaeB JOYEPHUi 3001, HOPMHUPYETCS 3 IUCTO-
JaTepalbHON MTOYKHU, TO €CTh Peannu3yeTcs BTO-
PO UM TPETHUI BAPUAHT, U3 IPUBEJCHHBIX HA

pucynke 3A. Tonpko B 0,3 % citydaeB pa3BuTue
MIPOUCXOAUT U3 MPOKCHU-TATEPAIbHON MOYKH
— 9TH BapUaHTHI IPUBECHBI HAa pUCYHKE 3 A
MOCJIEAHUMH. 3aMETUM, YTO BapHAHTHI CTPOE-
HUS KOJIOHUU U3 IBYX 300M]I0B, IPUBECHHBIE
Ha PUCYHKE 3A BTOPBIM U TPETHUM, TAKKE KaK
BAPHAHTBI, IPUBEICHHBIC YETBEPTHIM U IATHIM,
OTIIMYAIOTCS TOJIBKO «OpUEHTALUe» — TeM,
JieBast MU IIpaBasi 4acTh KOJIOHUH Pa3BUBACTCS
npuopureTHo. Ha pucyHnke 5 11st kax0ro pas-
Mepa KOJIOHUU YKa3aHbl 4aCTOThI BCEX BCTpe-
YEHHBIX BapHaHTOB cTpoeHus. Ilpu sTom Te
BAPHAHTHI PACIOJIOKEHUSI 300UJI0B, KOTOPbIE
OTJINYAIOTCS TOJIBKO OpUEHTAIMEH, 00beanHe-
Hbl. CxeMa caMOro TUITHYHOTO PACIIONOKEHHUSI
300M/I0B TaKXKe MpUBeeHa Ha pucyrke 5. [Ipu
n=2, 4, 8 HauboJee YacTo 0OHAPYKUBACM CTPO-
€HHEe, COOTBETCTBYIOIIEE «UACANBbHOID KOJO-
Huu. Yucio KoJIOHUN U3 TpeX 300UI0B Cylle-
CTBEHHO MEHbIIIE, YeM M3 JIByX WJIH YeThIpex
(Tabx. 1), a KOIOHMH U3 IIATH 300MJ0B OTHOCH-
TEJBHO MAJIO 110 CPABHEHUIO C KOJOHUSMU U3
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Puc. 4. DMnupuyeckue 4acTOThl pa3IMYHbIX BAPUAHTOB CTPOEHUS 30HBI PAHHET0 aCTOreHe3a /Ui KOJIOHHUH
pa3HOro pasmMepa.

Benas yacth cTon0MKa — HanbOoJIee TUITHYHOE CTPOCHHUE, CXEMA KOTOPOTO IPUBEACHA, OCTAJIbHBIC ITOJIOCHI — YaCTOThI
MPOYMX BAPHUAHTOB CTPOCHHUS, YIIOPSAAOUEHHBIX M0 UX YObIBaHUIO. UHCIIO TTOJIOC B CTOJIOUKE — KOJIMUYECTBO PA3TMYHBIX
BApUaHTOB CTPOCHUSA. KOJ'IOHI/II/I, OTJIMYAOMIUECH JTHUIITb opueHTauneﬁ, YYTEHbI BMECTE.

Fig. 4. The empirical frequencies of different variants of the early astogenesis zone structure for the colonies
of different sizes.

The white part of every column corresponds to the most frequent colony structure. The scheme of a colony with such
a structure is given. Grey and black bands in the columns correspond to other variants. The number of the bands in every
column equals to the number of the found colony structure variants. The colonies which are different in the orientation
only are counted together.

YCTBIPEX U MICCTU 300U T0B. 210 03Ha4yacT, YTO  YacCTO NPOUCXOJUT CHHXPOHHOEC PAa3BUTUEC Cpa-
B KOJIOHHAX W3 JABYX WM YE€TBIPEX 300UA0B 3y ABYX IMMOYCK, B YHACTHOCTHU, ITIPAKTUICCKHU O/1-
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HOBpeMeHHO (opmupyrorcst 3oouabl 3 u 4. B
L[aaneﬁuJeM JUcCTajibHasg 4aCTb KOJIOHHUU pas-
BHBAETCS MPUOPUTETHO: B 62 Y% KOJIOHUH, co-
CTOSIIIUX M3 LIECTH 300U/I0B, CHOPMUPOBAHBI
JIUCTATbHBIE 300MbI 6 U 7, B 4 % — TIPOKCH-
MaJIbHBIC 3001 1bI S5nu 8, a B OCTAJIbHBIX CJIydasax
— OJIMH AUCTAJbHBIM U OJIUH MPOKCUMAJIbHBIN
3ooul. [Ipu n=7 npoucxonur «10cTponKa» Ko-
JIOHUH, U, B pe3yJIbTaTe, caMoe THITMYHOE pac-
MOJIO’KEHUE BOCBMH 300M0B OISTH COOTBET-
CTBYET «HJICATbHOMY» BapHaHTy. 3aT€M CHOBa
Ha0JII01aeTCS OTUCTIINBBIA IPUOPHUTET B pa3BU-
THHU JUCTAILHON YacTH — (hopMupyeTcst auc-
TaJbHO PACIOI0KEHHBIN 30017 9.

Jnis Toro 9To0Bl OXapaKkTepu30BaTh Bapua-
0eTbHOCTh PAaHHETO acTOreHe3a, OIICHUM MOp-
(hosornyeckoe pazHooOpasue CTPOCHHUST KOJO-
HUN TIPU KaXKJIOM n ¢ oMoIibio uHaekca Illen-
HOHA. 3HAYEHUS 3TOT0 MHJCKCAa BO3PACTAIOT C
poctoMm n (Puc. 4). YBenuuenue 3Hau€HUH WH-
nexca llleHHOHA MOXKET TPOUCXOANTH U3-3a yBe-
JIMYCHUA KOJIMYCCTBA BaApUAHTOB CTPOCHUS UJIU
n3-3a Oonee paBHOMEPHOH MPENCTaBICHHOCTH
ITHUX BapHaHTOB. B HameMm ciydae poct umcia
0OHapy>KEHHBIX BapUAHTOB CTPOCHUS pH n>4
He Habmozaercst (R amnup. — Tab. 1).

Bce oOHapykeHHBIE BapHaHTBI CTPOCHHS
MPEJCTABISIOT COOON AIEMEHTHI AIMITHPHYEC-
KOro MOp(hOIpOCTpaHCTBA CTPOCHHS 30HBI
paHHETro acToreHe3a MoJioaou (2—9 300110B)
kojouuu C. annulata. Hanbonee yacto BeTpe-
YaIOTCS T€ BAPUAHTHI CTPOCHUS peaIbHON KO-
JIOHUH, KOTOPbIE COOTBETCTBYIOT «HJCaIbHO-
My» acToreHesy. B OONBIIMHCTBE KOJOHHIA
JAUCTaJIbHad 4aCcTb pa3BUBACTCA IPUOPUTECTHO
OTHOCHUTEJIBLHO MpPOKCHUMalibHOU. Pa3Butune
HpOKCHMaJ’IBHOﬁ YacCTHU B pC€aJIbHBIX KOJIOHUAX
Ha4YMHACTCA II03KEC, YCM MpU «HUACATIbHOM»
acToreHese.

Oo6cyxaenune

PaccmaTpuBasi MHOXKECTBO «CITyYalHBIX)
aCTOTEHE30B B KAUeCTBE TEOPETUIECKOTO MOP-
(hompocTpaHCTBa CTPOSHUST KOJOHUH, MOYKHO
CUMTATh «HJICATBHBIN aCTOTCHE3 TOUKON B HEM,
a peajbHbIE aCTOreHe3bl — IMOJMHOKECTBOM,
CoJiep KaIlnuM 3Ty TOUKY.

E.b. Arynosa

[IpuBeneHHBIC JaHHBIC O PEalbHBIM KO-
JIOHHUSAM TIOKa3BIBAIOT, C OJJHOM CTOPOHBI, YTO
MOCJIEIOBATEIBHOCTh (DOPMHUPOBAHHUS JTOUEP-
HUX 300H/I0B HE SIBIISIETCSI aOCOIOTHO JKECT-
xoil. Hanmpumep, nepBas pa3BuBaroIIasics I04-
Ka aHI[ECTPYJIBI Yalle BCETo OBIBAET AUCTATb-
HO, HO MOYKET OBITh IUCTO-JIATEPATBHOM, UITH
Jaxke mpokcu-iarepanbHoil. C apyroi cropo-
HBI, MaJias J10Jig peaTn30BaHHBIX BAPHAHTOB U
HaJIM4Yue SPKO BBIPAXXEHHOI'O OCHOBHOTO Ba-
pHaHTa CTPOCHUS CBHJIETEIBCTBYIOT O JETEp-
MUHHUPOBAHHOCTHU acToreHesa. JleicTBUTENb-
HO, OTCTYIUICHHUS OT «HJI€aTbHOW) ITOCIIeI0Ba-
TEIHHOCTU MOYKOBAHUSA PEAKH, U SBIAIOTCS
CKOpee UCKIIIOUEHHEM, YeM npaBuwioM. IIpu-
YyeM, 4eM CHJIbHEEe HapyllaeTcs 3Ta Mocieno-
BaTEIbHOCTh, TEM PEKE 3TO MPOUCXOANT: BeE-
POSITHOCTB TOT'0, UTO IIEPBBII 1OUEPHUI 30011
aHIIECTPYJIbI CPOPMUPYETCS M3 JAUCTAIBHOM
MOYKU BBICOKA, U3 JHUCTO-JaTEpanbHOM —
HIKE, a U3 MPOKCH-TATePaTbHON — COBCEM
MalieHbKasi. VlcXo/1s 13 9TOro, MOKHO Ha0JIr0-
Jaromieecs pa3Hooopasme CTpOSHUS peaTbHBIX
KOJIOHUH TPaKTOBaTh KakK pe3yJbTaT Ciaydaii-
HBIX OTKJIOHEHHUH OT «HIeaNbHOI0» aCTOTeHe-
3a. [Ipu sTom Oojee CUIbHBIE OTKIOHEHUS
MeHee BeposITHBI. Torja Hanbosee 4acTo pea-
JU3YIOIMUNCS aCTOTE€HE3 ABISETCS CBOETO poJia
MOJATBHBIM KJIACCOM B PaclpeAeieHUH acTo-
TEHE30B.

CoBnazieHue 3TOr0 MOAAJIBHOTO Kilacca ¢
«HJeabHBIM» aCTOT€HE30M IT03BOJISET 3aKIIIO-
YHUTb, YTO ONpPEIeTICHHAs MTOCTIeI0BATEILHOCTD
(hopMHpOBaHHUS TOYEK JOCTATOYHA JUIs 00BSIC-
HEHUS CTPOCHUS KOJIOHUH. T0 €CTh «yTakoBKa)
300M/I0B B KOJIOHUH H, CJIEZIOBATEIIBHO, (hopMa
KOJIOHMH O0OYCJIOBJICHBI pealn3alueil reHeTu-
YECKHUX MPOrPaMM OTIENbHBIX 300H10B. Takas
MHTEpIpeTays HallluX Pe3yIbTaTOB HE MPOTH-
BOPEYHUT BBHICKA3bIBABIICHCSA PAJOM aBTOPOB
njee JKeCTKOW TeTepMHUHUPOBAHHOCTH paHHE-
ro acroreHesa (Medd, 1966; Hayward, 1980).
ORHOBPEMEHHO C 3TUM CTAaHOBUTCS HE TOJIBKO
OOBSCHUMBIM, HO M 3aKOHOMEpHBIM TO, YTO
paHHUN acTOTEHEe3 BCe-TaKH BapbHUPyeT
(Gordon, 1971; Cancino, Hughes, 1988). Oty
BapHabeNbHOCTh PAaHHETO acTOTE€HEe3a MOXKHO
paccMaTpuBaTh KakK pe3yabTaT BO3ACHCTBHS
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MHOTHUX CIy4allHbIX ()aKTOPOB, BBI3BIBAIOIINX
OTKJIOHEHHSI OT MOJIAJIbHOTO acToreHesa. DTu
(akTOphl IEHUCTBYIOT BCe BpeMs B Ipoliecce
pocCTa KOJIOHNH, BEI3BAHHBIC UMU OTKJIOHCHUA
MOTYT «HaKarUIMBaThCs». Pe3ynbTatoM 3TOro
SIBIISICTCS YBEIMUCHIE MOP(OITOTHIECKOro pas-
HooOpasus (Puc. 4, kpusas B).

Teneps MOKHO CIIEYIOINM 00Pa30M yTOU-
HUTHb COOTHOIIECHUE TCOPETUYCCKOTO U OMITU-
pHYECKOT0 MOP(ONPOCTPAHCTB: pealibHbIEC ac-
TOTEHE3bI [TPE/ICTABIISIOT COO0H TOIMHOXKECTBO
TOYCK, Crymaronmxcsda K HEHTPY — K TOYKE,
COOTBETCTBYIOLICH «H/I€aIbHOMY» aCTOTECHE3Y
(Puc. 6).

Mmnorue TCOPECTUUCCKNU JTOMYCTHUMBIC Ba-
PHAHTBI CTPOCHHMs HE ObUIM OOHApYKEHBI B
PCAJTbHBIX KOJIOHUAX. 910 0O3Ha4acT, 4To IMpu-
BOJISIIIIME K HUM aCTOTEHE3bl HE peallu3yIoTCs,
WIN PEaNn3yIOTCsl ¢ Ype3BbIYAHO HU3KHMU
BEPOATHOCTAMU. I_IJ'[H X OCYHICCTBJICHUA CTaH-
JlapTHas MOCIEA0BAaTEeIbHOCTh MOYKOBAHHUS
JI0JIKHA ObLi1a ObI HAPYIIATHCS OOJIBIIIOC KO-
4eCTBO pa3. MOKHO MPEIONI0KNTh, YTO BO3-
HUKArOMIEC MpUu peaindallui TaKUuX aCTOr€HE-
30B PaCIIOJIOKEHUE 300U0B CTAHOBUTCS «BCE
Oosiee HEyAauyHBIM» 110 MEpPE POCTa KOJIOHHH
— He obecrieunBaet ee 3PPeKTUBHOTO PyHK-
MUOHUPOBAaHUA. Taxue KOJIOHUHU OKa3BIBAIOT-
Cs HEeXKU3HECTTOCOOHBIMU W TlorubarT. Bo3-
MOXXHO, UMCHHO 3JIMMHUHAIIUA TCX KOHOHHﬁ, B
ACTOT€HE3€ KOTOPBIX «HAKOIHIIOCH) CITUIIKOM
MHOTI'O OHII/I6OK, U SABJISICTCS MEXAaHU3MOM CTa-
ownusanuu acroreresa (Puc. 6). Takum odpa-
30M OCYIIECTBIISIEMasi PEryJISIIHs JOCTATOUHO
TUIINYHA 1A OMOJIOTUYECKHUX CUCTEM: Ha KaXK-
JOM D2Tare pa3sBUTHA BO3MOXKHBI ONPEACITICH-
HbIe cOou, omuoOKu, MyTanuu. Hekotopsie u3
HHUX (baTaJ'H)HI)I JUIs1 CUCTCMBI, BBI3BIBAKOT €€
rubenb, Npyrue 3aTpyAHSIOT QYHKIHOHUPO-
BAaHUC, HC IPUBOJAT K I‘I/I6CJ'II/I, HO INIOHMXKAKT
KHM3HECIIOCOOHOCTh. TpeThbn HE OKa3bIBAIOT
CYHICCTBECHHOTO BJIUAHHUA Ha JKHU3HECTIOC00-
HOCTb CUCTCMbI, COXpPaHAKOTCA B Heﬁ, HHOTr1a
MOTYT OBITh CKOPPEKTHPOBAHbI AaJIbHEHIITM
pa3BUTHEM.

MynbTUCepHaIbHOE TTOYKOBAHUE, BETYIIIEE
K QOPMHUPOBAHHIO CTUIOIIHBIX KOJIOHUH-TISITCH
Ha cyOcTpaTe, CYMTAeTCS IBOJIOLHUOHHO 00-
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aee no3aHuM. [lonararor, 4To OHO CTAJIO BO3-
MOJKHBIM 32 CYET TeTEePOXPOHHUH: 3aKiIajKa
MOYEeK 300MJia CTajla MPOUCXOJHUTH elle 10
3aBepiieHust ero ¢gopmuposanus. [lpu sTom
llHCTaHBHBIﬁ POCT KOJIOHUH MEPECTAT JOMHU-
HUPpOBATh HAZ JATCPAJIbHBIM U IPOKCUMAJIb-
HbIM (Hukynuna, 20016). MaTepecHo, 4To ripu
OTOM HC JOCTUTHYTO ITOJTHOC paBHOIIPABUEC TU-
CTaJILHOTO U MPOKCUMaJIbHOT0 pocta. HecMor-
ps Ha To, uTO antectpyna C. annulata o0ObI3Be-
CTBJISIETCS BCSI OJTHOBPEMEHHO, Yallle BCETo Mep-
BBIMH (DOPMHUPYIOTCSI UMEHHO €€ JWCTaJbHbIC
CalThl NOYKOBaHUA. B nanpHeinem pa3BuTuu
KOJIOHHH TaK)Ke HaOJogaeTCs peodiaganme
JucTanbHOro pocra. K coxaneHunro, Hal J1aH-
HBbIC HC TO3BOJIAIOT YCTAHOBUTD, ITOUYEMY ITPO-
KCHUMaJIbHBIE CANTBHI AHIECTPYJIBI B HEKOTO-
PBIX CiIy4asx GOPMHUPYIOT TOUYEPHUE 300U IbI
paHblie, YeM aucTanbHble. Ecim ato npoucxo-
AWUT, KOrjJa pasBUTHUEC JUCTAJIbHBIX IMMOYEK Ha-
4aJloCh, HO MPEKPATHIOCh 10 KaKUM-JIN00
npuinHaMu, TO 3TO, MO CYTHU, HC ABJIACTCA
OTCTYIIJICHHEM OT CTaHJIAPTHOM CXEMbI T0Y-
KoBaHus. B IMPOTUBHOM CJ1y4a€ MOKHO I'OBO-
PHUTB O TOM, YTO B T€HOTHIIE 300HI0B JAHHOTO
BU/1a 32J10’)K€Ha BO3MOYKHOCTh PAHHET0 Pa3BH-
TUA NPOKCUMAJIbHBIX IMOYEK aHUOCCTPYJIbI, HO
3Ta CIOCOOHOCTH MPOSIBJISCTCS JIMIIL B HeE-
OOJBIION J0JTe KOTOHHH.

HOCKOHLKy B aHAJIN3C YUYUTBIBAJINCH TOJIb-
KO KOJIOHHWH, Pa3BHUBAIOMINECA 663 BHUAWMBIX
BHEIIHUX MPENATCTBUHN (KOHTAKTOB C APYTUMH
o0pacTaTeNsIMH HITH KpaeM cyocTpara), To pe/i-
CTaBJICHHBIC BAPUAHTBI XapaKTEPU3YIOT KHOP-
MaJbHBI» actoreHe3. OTMETHUM, YTO CHUTya-
1Hsl, B KOTOPOW aHIecTpyJia OCeaaeT MPaKTH-
YCCKHU BIUIOTHYIO K MPEIATCTBUIO, MCIIAIOIIC-
MY Pa3BUTHIO 300HI0B 2—4, TOCTATOYHO peKa.
D10 03HAaYAeT, YTO JINOO TMUYMHKH TaK HE OCe/ia-
10T, THOO0 TaKue aHIECTPYJIbl HE BEIKUBAIOT. B
IIEPBOM CIIydae NMPUXOIUTCS CIEIaTh BBIBOJ,
qTO BI)I60p JIMYUHKON TOYKHU OCCaHHuA U €€
OpHUCHTAIIUs Ha cyOCcTpaTe MOJKHBI 00eceyn-
BaTh MOJAXOJsIIee A JalibHeWel peanusa-
[[UH aCTOr€HETHYECKOW MPOTrpaMMbl PacIoIo-
YKEHHUE aHIIeCTPYJIbl. Bo BTopoMm cityuae npuxo-
JYM K BBIBOY O CTOJIb JKECTKOM JACTEPMUHUPO-
BAaHHOCTHU PaHHUX CTaJMH acTOreHe3a, 4To He-
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PpasMEp KOJIOHUHA

Puc. 6. CooTHOLIEHNE «CIYYalfHOT0», «HCATIBbHOI0» U PEaIbHBIX aCTOI'CHE30B.

Teopernueckoe MOP(OIPOCTPAHCTBO: tM — BCE BAPHAHTBI CTPOCHHS KOJOHHH IIPU «CIIy4aifHOM» acToreHese.
Dmnupudeckoe MopdornpocTpancTBo: hp — uactele, mp — cpenHel yacTotsl, lp — peikue BapHaHTbI CTPOCHHUS
KOJIOHHH IIPH PeaJIbHBIX aCTOI€HE3aX, i€ — «ujieanbHasn KOJIOHHS. ACTOreHeTHYECKHE TPACKTOPHH: ia — «HAeabHbII
aCTOreHe3, ra — peajibHble aCTOrCHE3bl, a2 — aHOMAJIbHBIC ACTOICHE3bl, 3aKaHYHBAIOIINECS THOCIBIO KOJIOHHI.
Fig. 6. The relationship between the “chance”, “ideal” and real astogenesis.

Theoretical morphospace: tm — all variants of the colony structure under the “chance” astogenesis. Empirical
morphospace: hp — high probability, mp — moderate probability, Ip— low probability variants of the colony structure
under the real astogenesis,ic— “ideal” colony. Astogenetic trajectories:ia— “ideal” astogenesis,ra— real astogenesis,
aa — abnormal astogenesis ending in the death of a colony.



Acrorenes Cribrilina annulata

BO3MOXXHOCTb UX OCYIICCTBJICHUA MMPUBOJUT K
rubenu opranu3ma. B o0oux cirydasx okasbiBa-
eTcsl, 4TO peannsyemMas B JanpHeineM popma
KOJIOHHUHU HE ABJISICTCA aHaHTHBHOﬁ, OInTHUMaJb-
HOH B JaHHBIX MUKPOYCJIOBUAX. A}IaHTI/IBHBIM
MOXCT ABJIATBHCA ITOBCACHUC JIMYUHKH, a cCaMa
(hopma ferepMUHUpPOBaHA MOP()OTCHETHYECKH-
MU Ipolieccamu. Bce BbIIIEH3I0kKeHHOe I10-
3BOJIAET YCOMHUTLCA B TOM, YTO KOJIOHUSA Ha
paHHUX dTamnax pa3sBUTUA YMCET «BpacTaTb» B
ACHMMETPHYHYIO cpe/y. DTO XOPOIIIO Coriacy-
ercst ¢ npenacrasienusimu Eble (2000) o Towm,
yro nuddepeHnmansHoe 3aHATHE TEOpeTHIEC-
KOro MOp(ornpocTpaHcTBa HUUETO HE TOBOPHUT
npo agantaiuu. Takum oOpazoM, HampaiuBa-
€TCd BBIBOJ: XOTA Ha paHHUX CTaAUAX aCTOTe-
HEC3a 1 BO3MOKHA BbICOKAA IJIIACTUYHOCTD, I
KOJIOHWH BBITOJIHEE HE MCTOIB30BaTh ee, a (1)
HOJXO/SIIUM 00pa30M OPUEHTHPOBATH aHIIEC-
TPYJLy U pE€au30BbIBATh MOJIAJIbHBIN aCTOTEHES
unn (2) TIpoCTO «TEPIETh» YCIOBHUS CPEAbI,
OIIATH-TaKN PC€aJIM30BbIBasd UMCHHO CTaHAapT-
HBII aCTOTEHE3.

BeposiTHO, penMy11ecTBa MOAAIBHOTO ac-
ToreHesa BechbMa Benuku. Ckopee BCero, STH
NPEUMYILECTBA COCTOST B TOM, YTO pEasIu3yeT-
Csl KOMIIAKTHAs YKJIaJjKa 300UI0B, H IPOHUCXO-
JIUT 3TO MakcUMaibHO ObicTpo. [Ipu mMomanb-
HOM aCTOTr'€He3€ HU OJIMH 3001 KPOME BTOPOTO
He popMupyeTCs OT eAMHCTBEHHOH POTUTEIb-
ckoil mouku. CpacTanusi HoYeKk 00eCneynBaoT
BBICOKYIO HaJIeXKHOCTh acToreHesa. Eciu ojna
U3 MOYEK 110 KaKOW-JIM0O0 NMPUYMHE He pa3BUBa-
CTCi, TO I[O‘IepHI/II‘/II 300U B HY?’)KHOM MECTE BCEC
paBHO chOpMHUPYETCS 32 CUET JIPYroro poju-
TEJILCKOTO 300H/1a.

HUrak, B mponecce poctaC. annulata ysenu-
yuBaeTcs Mopdosoruueckoe pazHoodOpasue
CTpOEHUs KOJIOHUM. Eciu cuuraTth 3TO pasHo-
obpazue pe3yabTaTOM CIIyYalHbIX OTKIOHEHUH
OT MOJIAJILHOTO acTOTeHe3a, TO IUIACTHYHOCTh
(hopMBI OKa3bIBACTCS PE3yJIbTATOM «HAKOILIe-
HUS» TaKUX OTKJIIOHEHUM 110 Mepe pocTa KoJio-
Huu. Takas TpakToBKa MOP(OJOrHYECKOM 13-
MCHYMBOCTHU CTPOCHUA KOJOHHU ITO3BOJIACT
OOBSCHHUTB, KaK TOCPEICTBOM peaii3allnuy 3a-
KOHOMEPHOT'O acTOreHe3a JOCTHIaeTcs Tuiac-
THYHOCTH (POPMBI.
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BbaarogapHocTu

Sl oueHb IMpU3HATENbHA 3aBEeIyIOIIEMY Ka-
(benpoii 3000rHH OSCIIO3BOHOYHBIX OHOIOTO-
nouseHHoro dakynbrera CI16I'Y Anypeto Uro-
peBuuy I'paHOBHYY 3a BHUMaHHE K Moei pabo-
T€, HEOJHOKPAaTHOE MPOUTCHHE PYKOMHCH U
MHO’KECTBO COBETOB I10 €€ yIIydIIeHuto. 5 6a-
romapua IL.II. CtpenkoBy, 3a BO3MOXHOCTb
cobpats MaTepuan Ha bapenmnesom mope. Ma-
Tepuas B paiione CoJIOBEIKMX OCTPOBOB ObLI
cobpaHn Onaropaps nmoaaepxke A.B. I'puman-
koBa u E.JI. fIkoBuca. i 6narogapro M.B. ®o-
kuHa, M.JI. ®enroka u F0.B. Cambichko 32 cO0p
MaTepHaja c HCTIOJIb30BAHNEM BOI0TIa3HOM TeX-
HuKku. Paborta monnmepkana rpantom POOU
02-04-50020.
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