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Pocr u popMoobOpazoBanue y KonoHuanbHbIX rufpoufssix (Cnidaria, Hydroidomedusa) ocymectBnsiercs
Ha OCHOBE [IBYX pa3HECEHHbIX B IPOCTPAHCTBE NIPOLECCOB: 1) pOCTOBBIX MyNbCalMil TEPMUHAIBHO PaCIO-
JIO>KEHHBIX BEPXYILEK POCTa U 2) KJIETOYHOMH poudepanuy 1 MUrpaluy B 60jiee IPOKCUMAIIBHbBIX Y4acT-
KaX MSITKOTrO Tella KONOHUHU. Bepxymku pocTa sIBAAIOTCA MOP(OreHETHUECKIMYU 3IEMEHTAMU KOJIOHUM,
o0ecleYrBaroIAMI yIJIUHEHAE U (POPMOOOPA30BAHNE B KOIOHUH. Y BHIOB TEKATHBIX FTHAPOUIAHBIX (TIOf-
k1. Leptomedusae) ¢ BLICOKO UHTETPUPOBAaHHBIMY KOJIOHUSIMU U MOHOIIOAUA/IBbHBIM XapaKTEPOM pOCTa I10-
6eroB 3akiajika OOKOBBIX BETBEH U 3a4aTKOB 300UJI0B BBITISAUT KaK IEpUOANYECKY IIOBTOPSIIOLeecs pac-
HIeNJIEHUE eJMHON BEPXYLIKU POCTa OJHOBPEMEHHO Ha [1Ba U 6oJiee 3a4aTKoB. COrnacHo NUTEPaTypHbIM
JlaHHBIM, OINCBHIBAIOIIUM IOPSIOK pacdIeHEeHUs! €UHOI BEPXYyILIKU Ha HECKOJbKO 3a4aTKOB, a TaKxKe
IpefjaraéMbIM MOJIEJISIM 3TOTO IIpoLiecca, pas3fieleHue BEPXYILKY IPOUCXOUT 3a CYET BPE3AIOLIUXCS C €€
anyMKaJbHOI OBEpXHOCTU O0po3]. B Hamell paGoTe, BEINOJHEHHON Ha IpeficTaBuTele ceM. Sertulariidae,
[OKAa3aHo, YTO MPOLECC BUAMMOTO Pa3[eeHus TKaHe! BEPXYIIKHY POCTa HAa HECKOJIBKO 3a4aTKOB HaUMHA-
eTcs B ee IPOKCUMabHOH yacTu. [Ipu ToM Ha GOKOBBIX IIOBEPXHOCTSIX CKEJIETa, OKPY>KAIOIEro BepXylll-
Ky pocTa, HaGrogaeTcs 3aKiIajjka BHYyTpeHHNX rpeOHeil. Pa3BuTne n HapacTaHue rpeOGHel IPONUCXONT B
IIPOKCUMOJUCTANIBHON NOCIEeJ0BAaTeIbHOCTH. B KOHEYHOM cueTe rpeOHI IPOTUBOJIEKAIINX CTOPOH Cpac-
TalOTCsl, YTO IPUBOJUT K PA3[EIEHUIO BEPXYIIKH Ha HECKOIBKO 3a4aTKOB. BbIicKa3bIBaeTCs IPEANONIOXKE-
HHE O TOM, YTO pacuIeHEHNe BePXYIIKY Ha HECKOJIBKO 3a4aTKOB HEBO3MOXKHO 6€3 IPOCTPAHCTBEHHOH pe-
rynsiuuyu (oOpMHUPOBaHUs BHEIIHETO cKeneTa. OnucaHHblil IpoLece NO3BOJISET O0bICHUTh MHOTHE BUAOCIIE-
U UYHbIE OCOGEHHOCTH IPOCTPAHCTBEHHON OPraHu3alyuy N0GErOB TeKATHBIX THAPOUHBIX: YACTHYHOE UK
IIOJIHOE CpacTaHKE CKEJIETa 300H/I0B CO CKEJIETOM CTBOJIA I0OETa, OTKJIOHEHNUE NUCTAIbHbIX YacTell cKeJle-
TOB 300H/I0B OT OCHU CTBOJIa I0OEra U T.I1. BbIABIEHHBIN MeXaHU3M II03BOJISIET BHECTU 3HAYUTEIIbHBIE JONOTI-
HEHUs ¥ KOPPEKTHUBbI B MOJIENH, OIMChIBaIOIIUE (popMOOOpa30BaHue Y KOJOHUANbHBIX TUAPOUIHbIX.

Katouesvie caoea: KOJTOHUANbHbBIE THAPOULI, MOP(OreHes, pa3jielieHle 3a4aTka, BeTBIeHKE, (popMuUpo-

BaHHUEC CKEJICTA.

Kononnanenele ruppoupnsie (Cnidaria, Hydroi-
domedusa), mocTpoeHHbIE, KaK U PACTECHUS, IO MOTY b~
HoMy mipuHIMIy (Rosen, 1979), gaBnsitoTcss OfHUME U3
HanOonee MPOCTO YCTPOEHHBIX MHOTOKJIETOUYHBIX K-
BOTHBIX. MHOTOKPAaTHO HOBTOPSIOIIMIICS B HOPME Ha
MIPOTSKEHUN KW3HU KOJIOHNH IUKJIMYECKU Mopdore-
He3 JieJaeT MpeAcTaBUTeNell KONOHUAIBHbBIX THIPOU/-
HBIX YIOOHBIMH MOJENBHBIMA OOBEKTaMU JJISI U3yde-
HUS 3aKOHOMEPHOCTEN M MeXaHU3MOB (hopMooOpa3o-
BaHMs. MsTKoe Teo THAPOUIHBIX IOCTPOEHO TOJBKO
13 IBYX KJIETOYHBIX CIIOEB — 3MUIEPMbI U FaCTPOEPMBI.
CaMo Teno KOJIOHNH MOKET OBITh IIPENICTABIIEHO B BUJIE
Pa3BETBIIEHHOM [IBYXCJIOMHON TpyOKu. YacTb pa3BeTs-
JIEHHOT'O TPy04aToro Tena KOJIOHUU — CTOJIOHBI THAPO-
PHU3bI — CIYXXWUT sl IpUKpeIuieHns K cyocrpaty. Ha
BEpXHE CTOPOHE CTOJIOHOB Yepe3 OINpefiesIeHHbIE TIPO-

I PaGora nogyepxkana PoccuitckuM poHIOM (pyHIaMEHTATBHBIX
uccnepnoBanuil (mpoekTbl Ne 04-04-48842-a, 05-04-48662-a).
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MEXYTKH Pacrojiararorcsi Jub0 NHTAIOLIAE 300MbI
(tuppanThl), TMO60 TOOETH, B CBOIO OYEPEb COCTOSIIUE
13 GONBIIOTO YKCIIa THAPAHTOB, COEAUHEHHBIX OTpe3Ka-
MH OOIIIEKOIOHAANBHOTO TpyOUaroro tena. Ha konmax
pa3BeTBICHUI (CTOJIOHOB WJIM MOOETOB) PAaCHoIararoT-
Csl WY MATAOIME 300U/IbI (TUPAHThI), WU Mopdore-
HETHYECKUE 3JIEMEHTHl KOJIOHMU — BEPXYLIKH pOCTa
(Crowell, Wyttenbach, 1957; Davis, 1971; Kocesuu,
1990). CHapy>Ku MSITKO€E TeJI0 KOJIOHUH (LIEHOCAPK) MO-
KPBITO BHEILTHUM YKECTKHM CKEJIETOM (TIEPUCapKOM) Ha
ocHoBe xutrHa (Haymos, 1960).

Bepxymku pocra obecneuuBaror popmMooOpazo-
BaHNE U yIVIMHEHUE “‘BETBEN’ Tesla KOJIOHHHU, & HEMO-
CpEeICTBEHHOE Hapall[BaHUE TeJla OCYIIECTBISIETCS 3a
cueT mpoiudepanun KIETOK B IEHOCapKe MPOKCH-
MainbHee Bepxyuek pocra (Wyttenbach, 1965; Koce-

BHY, 1999). Takum oGpa3oM, npouecchkl pocta u op-
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MOOOpa30BaHMsl Y KOJTOHUAJIBHBIX THAPOUAHBIX MPO-
CTpaHCTBEHHO pa3001eHsl (benoycos, 1961).

B ocHOBe MOporeHeTHUECKUX IBUKEHUI KOJIO-
HUATBHBIX THPOUAHBIX JIEXKAT POCTOBbBIE MyJIbCAIAN
BEPXYIIEK POCTAa — MEPUOIUUECKH MOBTOPSIOIIUECS
MIPOTIECCHI BLIIBIKEHNS U C3KATHS alleKca BEPXYIIIKH,
ABIDKYIIIME CHIIAMH KOTOPBIX CIIyKaT IMPOLECChI pe-
OpHUEHTALUU KJIETOK SMUECPMBI U TaCTPOJIEPMBI ca-
MO BEpXYIIKH pocTa (3aparickuil u ip., 1984; Jladac
u ap., 1992; Beloussov et al., 1993; Kocesuu, 2006).
Baxnas ponb B MeXaHU3Me POCTOBBIX MyJbCaluil U
Mop¢oreHe3e KOJOHUANBHBIX THAPOMIHBIX IOIKII.
Leptomedusae mpuHamIeXUT BHEIIHEMY CKEJIEeTy —
nepucapky. HoBblil neprcapk BbIJIENSIETCS HA CAMOM
arekce BEPXYIIKA pOCTa 1 3aTBEP/eBaeT Ha ee GOKO-
BbIX cTOpoHax. Ilocrme 3aTBeppeBaHusl M3MEHEHHUE
¢opMbI mepucapka HEBO3MOKHO, MO3TOMY PEryJsi-
1Sl OTHOCUTEHHBIX CKOPOCTEN POCTa BEPXYIIKA W
3aTBepJieBaHNs BHOBH BBIICIIEHHOT'O TIeprcapKa urpa-
IOT BaXKHYIO pOJb B (pOpMOOOpA30BaHUM Y TEKATHBIX
rugpounabix (Kossevitch et al., 2001; Berking et al.,
2002; Kocepuu, 2006).

Bo Bcex cnyuasix nporuecc popMUpOBaHUs HOBOTO
9JIeMEHTa KOJIOHMH HAYMHAETCS C 3aKJAIKu HOBOM
BEPXYLIKM pocTa. B ciyyae no6eros KOJOHUU BCIeq
3a TOSIBIGHMEM BEPXYIIKU POCTa CIEeAyeT ompefe-
JIEHHBIA THUKI MOP(OreHEeTHYECKUX MPOLECCOB, B
pe3ynbTaTe KOTOpOro (popMupyeTcsi HOBOE MEX[0-
y37ue, Hecylllee OAMH WM HECKOJILKO THPaHTOB.
Jl1st 60TBIIOTO Yucia BUAOB KOJOHUANBHBIX THPO-
unHbIX (cem. Sertulariidae, Plumulariidae, Aglaopheni-
idae u T.11.) XapakTepeH TaK Ha3bIBaeMbIil MOHOTION-
anbHBIA TUO pocta noderos (Kuhn, 1914; Haymos,
1960). B Takux noberax uMeeTcsl AIUTEIBLHO (PyHK-
IMOHMPYIOIIAsl BEPXYIIKa pocTa, KOTOpas Nepuoin-
YEeCKHM pasfiedsieTcs Ha HECKOIBKO 3a4aTKOB, OlUH U3
KOTOPBIX COXPAHSET CBOMCTBA BEPXYILIKH POCTa H
mpofokaeT (popMUpOBaHUE OCH MoOera, a Ipyrou
(wmm ppyrue) pudppepeHnupyeTcss B TUAPAHTHI WIN
BEPXYIIKN pocTa OOKOBBIX BeTBel mobGera (Berrill,
1949; Berking et al., 2002; Marfenin, Kosevich, 2004).

Haunbonee noppoOHO IuKINYEecKuil mporecc Gop-
MHUPOBaHUSI MEKJIOY3/IMsl T0Oera ¢ MOHOTIOANATBHBIM
XapakTepoM pocTa U3ydajics Ha IpuUMepe TEeKaTHOro
KOJIOHUAJIBHOTO Tufiponnia Dynamena pumila L. (Sertu-
lariidae, Leptomedusae) (Berrill, 1949; Bbenoycos,
1965, 1975; benoycos, [Joppman, 1974; Maphenns,
1975; Berking et al., 2002). ITpu dhopmupoBaHuT MEXK-
noysnus modera y D. pumila BepXyiika pocta, IMero-
1jasi B Ha4aJbHbIl MOMEHT ITPaKTUYECKH NoJycepu-
4ecKyo (popMy, pacHmmpsieTcsl B IUIOCKOCTH mobera,
Mocjie 4ero pasfessieTcss Ha TpHM 3adaTka (puc. 1).
LlenTpanbHBIN 3a4aTOK MPOAOIIKAET (PYHKIIMOHAPO-
BaTh KaK BepXylIKa pocTa nobera, a 00KoBble op-
MHUPYIOT Mapy CyNPOTUBHO PACHOIOXKEHHBIX THAPaH-
TOB. [TofpoOHBI aHANTM3 PA3BUTHS MEXIOY3IHS TO-
6era D. pumila WCHONb30BaNM AJISI MOAENIUPOBAHUS
MopdoreHesa y KOJIOHAAIbHBIX rugponanbix (beno-

KOCEBUNY, PEJOCOB

ycoB, 1965, 1968, 1975; Beloussov, 1991; Beloussov,
Grabovsky, 2003) u 111 nocTpoeHUs MOfIeNEN perysi-

UuU aHa crpoeHus: rugpoufgHbix (Berking et al.,
2002; Berking, 2006).

ITpakTuuecku BO BCEX HCCIENOBAHUSX MPOIECC
pasfielieHns EAMHON BEPXYIIKU POCTa HAa TPHU 3a4aT-
Ka 00 bsCHsUICH (POPMUPOBAHUEM BEPTHKAIBHBIX 60-
PO3J Ha anmMKaIbHON MOBEPXHOCTH BEPXYIIKHA POCTa
(Benoycog, 1965; Beloussov, 1973). Bce Brirnsigeno
KaK MOApa3[elicHuEe paHee eAMHON anuKajabHON IO-
BEPXHOCTH Ha TPH y4yacTKa myTeM oOpa30BaHUs Bpe-
3aI0IIMXCS 60PO3]] C TMOCIEAYIOMUM PAa3BUTHEM TPEX
OJIM3KO PaCIOIOXKEHHBIX U B3aNMOJICHICTBYFOIINX 3a-
4aTKOB. [leTaabHO He 00CY:KIaI0Ch, HO MOIpa3yMeBa-
JIOCh, UYTO TIO MEpe Pa3BUTHSA OOPO3]] W POCTa 3a49aT-
KOB MeXJy HUMH (DOPMUPYIOTCA TMepucapKalbHbIe
Meperopoyiku, (pUKCUpYIOIIUE TMPOIECC pa3feeHus
Bepxymku (puc. 1, 0,¢). IHpIME crtoBaMu, B GOJb-
IIUHCTBE paboOT MPUHUMAIIOCH, YTO BUANMOE TTOf[pa3-
leJieHue TKaHel eIMHON BEepXyLIKU pocta y D. pumila
HAaYMHAETCS MPEUMYIIECTBEHHO C aNWKaJbHON TMO-
BEPXHOCTH M C MOMEHTa BUAMMON 3aKIJIagKu OOpO3[
TpU JOUYEPHUX 3aYaTKa Pa3BUBAIOTCSI HE3aBUCUMO, XO-
TSl ¥ B TeCHOM B3aumoypeiicteun (bemnoycos, 1975).

Takoil mopsok coObITHI, C Hallell TOYKHU 3pe-
HUSI, HE MOJTHOCTBIO COOTBETCTBYET BBISIBIICHHBIM B
HOCJIEIHEE BPEMsI OCOOEHHOCTSAM POCTa KOJIOHUAb-
HBIX THAPOUMHBIX W 3aTPYAHIET OOBSCHEHHE psfa
ocobOeHHocTei Mopdonoruu ux noderos. [ToaTomy B
HACTOAIEM MCCIefJOBaHNU Obljla MpEeANpUHsITa 1O-
MBITKA IETAaJbHOTO aHaju3a N3MEHEHUN B CTPOCHUN
BEPXYILIKN pocTa modera D. pumila Ha Bcex CTagmsIX
¢opmupoBanust Mexaoy3nus. [lonyyeHHbIe faHHbIE
MTO3BOJISIFOT CAENATh BBIBOJ, UYTO pa3fieIeHNe TKaHEN
BEPXYILIKHN pocTa D. pumila Ha Tpu 3a9aTKa HadYWHA-
eTcs He C alMKaJbHON MOBEPXHOCTH, a ¢ €€ OOKOBBIX
cTOpOoH. OCHOBHBIM MEXaHH3MOM, OOECHEeYnBaIO-
UM TaKOe€ pas[elICHNe, SIBISETCS PEryJsanus Ipo-
CTPAaHCTBEHHOW HEPaBHOMEPHOCTH BbIIENIEHHS U 3a-
TBEPAIEBaHUS Nepucapka MO MNEPUMETPY BEPXYIIKA
pocra. IlpepnoxkeHa cxema IOCIENOBATEIBHOCTH
pasfelieHus eIMHON BEPXYIIKU POCTa Ha HECKOJIBKO
3a4aTKOB, YTO NMO3BOJISIET OOBICHATH PAJl XapaKTep-
HBIX MOP(QOJIOTHIECKAX OCOOEHHOCTEH MOGEroB y
KOJIOHUATBHBIX TE€KATHBIX.

MATEPHUAII 1 METOOUKA

Ob6wexm uccaedoganus. PaGoTa BBINIONHEHA Ha
KOJIOHHANLHOM rupipouse Dynamena pumila L. (ceM.
Sertulariidae) — mpeacTaBuTENe TEKATHBIX TUAPOUSI-
HbIX (mopki. Leptomedusae, kn. Hydroidomedusa)
(Bouillon, Boero, 2000), xapakTepHu3yIOIEMCS MOHO-
HOANaNbHbIM POCTOM HOOETOB C TEPMUHAILHO pac-
NOJIO>KEHHBIMU 30HaMH pocTa (puc. 2, a). ['ugporexn
y D. pumila, Xak u y OOJIBIIMHCTBA NPEACTaBUTENEN
ceM. Sertulariidae, HE MMEIOT HOXEK M YaCTUYHO
cpacTaloTcs C epucapkom cTBojia modera. OHU ABY-
CTOPOHHECUMMETPUYHBIE, C YCThEM, KOTOpOE 3a-
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Puc. 1. Cxema nocneoBaTesIbHbIX cTafguil (a — ) (hOpMUPOBaHUS OYEPEHOTO MeX0y3ius nodera Dynamena pumila (1o:
Mapdgenus, 1993). B neHTpe — cxeMa CTpOeHUs JUCTANBHON YacTu Hobera ¢ AByMsI MEKI0Yy3IUsIMU (IIOKa3aH TOJIbKO BHEIHUM
cKeneT): 1 — HopManbHasi THAPOTEKa C(hOPMHUPOBABIIETOCS THAPAHTA; 2 — CTBOI (OCh) o6era; 3 — (hOPMUPYIOIIAIACS THAPAHT;
4 — BepXyIlIKa pOCTa Ha paHHel cTaiuy MOporeHesa; 5 — KOHTYpPbI IOCIEN0BATEIbHBIX XapaKTEPHbIX CTA[[UIl PA3BUTHS MEX-

NOYy3J1usl.

KpBIBaeTCs ONEPKYJSIPHBIM ammapatom (puc. 2,0).
OTpe3ok cTBosa mobera u fB€ CPOCIINECs C HAM Cy-
IPOTHBHO PACIOJNIOKEHHbIE THAPOTEKH OOpa3yloT
Mexpoysnue noodera. ITocnenoBarenbHble MEX0Y3-
TS pa3fesIeHbl Cy>KeHHbIMH y4yacTKaM# CTBOJIA IIO-
Oera 6e3 THAPOTEK, YACTO C KOJBLEBBIMU MEPETSLK-
KaMU Ha nepucapke. [ImHa MeKI0y3Hst COCTaBISIET
0.3-0.8 mMm. Mexpoy3nust nobera UMeroT YIJIOLEH-
Hy10 (pOpMy, a UX IJIOCKOCTH COBIAaloT (puc. 2, 6).
Ha nonepednoMm cpese uepes3 MeKA0y3/I1ue Ha YpOB-
HE TUAPOTEK BUHO, UYTO OHU PEAJIbHO PaCIOaraoT-
sl HE CTPOTO CYNMPOTUBHO OTHOCHUTEIBHO CTBOJIA TO-
Oera: BepTUKAIbHbBIE INIOCKOCTH CUMMETPHUH NPOTH-
BOJIEKAIIUX TUAPOTEK 00pa3yroT yroa MeHbiie 180°.
OHu crerka cMellleHbl B HallpaBJIE€HUH pOCTa CTOJIO-
Ha, CIIEJOBATEIbHO, B CTPOTOM CMBICTIE, MEXKIOY3/IHS
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nobera u no6er B IeJIOM OuaTepaJbHO CUMMETPH-
4yeHsbl (puc. 2, 2). OgHako s ygo0cTBa U3NOXKEHUS
MOXHO JONYyCTUTb, YTO I'MAPOTEKU PacClojararoTcs
CTPOTO CYNPOTHBHO M MJIOCKOCTH MEXKHOY31uil oopa-
3YIOT (PPOHTAIBHYIO INIOCKOCTD I00era, pacrnonararo-
LIYIOCS] IEPIEHANKYISIPHO PEATbHON MIIOCKOCTH CHM-
MeTpuu mobdera (oOcyKieHue MPUYUH CTAHOBIICHUS
OmiaTepanbHON CUMMETPHH MYKpoy3mnuit D. pumila
BBIXOINT 32 PAMKU HAILIETO UCCIEHOBAHUS).

Tucmoaoeuueckana obpabomka mamepuaaa. Ilo-
Oeru ¢ BepXylIKaMy pocTa Ha Pa3HbIX CTausIx (hOpMH-
POBaHUs MEXKJIOY3/1Usl BbIWWICHSIM U3 KOJIOHUM, COOpaH-
HBIX B €CTECTBEHHBIX yClOBUAX. [lanee marepuan (uk-
crpoBai 2.5%-HbIM PacTBOPOM IIIIOTapajbAeruia Ha
¢ocparnom 6ydepe, pH 7.4 (Millonig, 1964) B Teuenne
1 4 (4°C), nocrdpukcrposann 1%-upM OsO, Ha TOM ke
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Puc. 2. Crpoenne kononnu Dynamena pumila: a — MOHONIOTHANBHBII THI pOCcTa MOOETroOB (cXeMa); 6 — MexXaoy3nue nodera (BUx
cOOKY); 6 — y4acTOK nobera ¢ AByMsi COPMUPOBAHHBIMI MEKIOY3IHSIMU; 2 — COOTHOIICHHE TNIOCKOCTEH CUMMETPHH ME3KIO-

y3nnsl.

Ycnosuble 0603HavyeHus: I — ruppanT; [ m — rufpoteku; OA — onepKyJsipHblil annapat; /1 — nepeTsokKa nepucapka Mexmuy
MOCIIEIOBATENBHBIMU MeXNI0y3nusiMu; 116 —nobern; CI'— ctonons! ruppopussl; CI1 — ctBon nobera. (M) — 30HBI pocTa u hop-
MooOpa3oBaHus; (3#%) —30HbI BeTBIICHHS (¢); (— ) — BEpTHKAIIbHASI INIOCKOCTh CHMMETPHUH O0era, yKa3bIBarolasi Halpas-

oo o

JIeHHEe POCTa CTOJIOHA, HA KOTOPOM PACHOJIOXKEH NMOOET; (- - - -) — BEpTUKAJIbHbIE INTOCKOCTH CUMMETPUH THIPOTEK MEXKI0Y3-

st (2). Macira6: 6, 2 — 100, 6 — 300 MkMm.

Oydepe u 0 3aJIMBKY B CMOJTYy XPaHUIIU B CBEKEM pac-
TBOpE IITI0Tapasberuaa npu remmnepatype 4°C.

Y4actku 1o6eroB, cofepsKalllue OJHO-fiBa MH-
CTAILHBIX MEXAO0Y3JUsl, 00E3BOKHUBAIIN IIyTEM TIPO-
BEJCHUS Yepe3 BO3PACTAIOIIYI0 CEPHIO0 CHUPTOB H
aleToOH U 3aKmrodanu B cMech anoHa (“Fluka”, IllBeii-
napus) u apanguta (“Serva”, I'epmanns). Cepun mno-
JYyTOHKUX cpe30B (1-2 MKM) M3rOTOBJSUIM HA YJb-
tpatomax Sorvall Ultra Microtome Dupon MT5000
(“Sorvall Dupon”, CIIA) u YMTII-3 (CCCP). Oxpac-
KY CPE30B OCYIIECTBIISIIIM CMECHIO TOJTYHAUHOBOTO CH-
HETO ¥ METWJICHOBOY CMHBEKY (MUPOHOB 1 fip., 1994).

Cpe3sbl uccnefoBanu u GoTorpaupoBain C mo-
MolIpl0 MuUKpockona Axioplan 2 Imaging (“Zeiss”,
T'epmanust), ocHameHHoro gorokamepoit AxioCam
HRm (“Zeiss”, I'epmanust). O6paboTky m3o6paxke-
HUSI OCYLIECTBIISUIM € MOMOIIbIO IporpamMm AxioVi-
sion u Adobe Photoshop.

Pezucmpayua pocmoswvix nyavcavuii. I1onHblii
LIUKJI (popMupOBaHUs Mexoy3nus nodera D. pumila
mpu Temneparype 16—18°C 3aBepmaercs 3a 36—72 |.
IToaToMy peructpanuio pocTOBBIX MyJIbCallUil B IPO-
Hecce (popMupoOBaHUS MEXAOY3ausl mobera MpoBO-
AWM B HECKOJIBKO 3TANOB HA HECKOJBKHUX MOOErax,
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Puc. 3. Mopdorenetndeckuii uka Mexaoysnusi nodbera Dynamena pumila. IlocnenoBaTenbHble U3MEHEHHS BHEIIHEH MOP-
¢omornu 3avatka (BuA cO0Ky) (a—x); a, 6, 2, e — KOHTYp 3a4aTKa Ipu Buje cBepxy; I-V — ocHOBHBIE (pa3bl nukiIa.

53— 60koBoi1 3a4atok; /[ — nnadparma; 30O M —3a4aTOK 04epeaHOro Mexxaoy3nus; [1ep — nepucapk; /111 — nepucapkaibHble
neperopofku; YII — yroninenue nepucapka; IJ — nesocapk; 1/3 — [eHTpalbHblil 3a4aTOK, OCT. 0003HA4YEHHUS CM. Ha pHC. 2.

BBIWICHEHHBIX U3 KOJIOHUI, COflepKaBIInXcs B 1a0O-
paTtopHbIX ycnoBusix. [lobern B Kamepe 00BEMOM
50-100 mn momemanu nop Mukpockon buomam 2
(yBean. x50-200), ocHallleHHBI BUieoKaMepon Pana-
sonic WV-CP610/G, nopx/toueHHoi K 1eidTpadepHo-
My BupieomaranTogony Panasonic AG-6040 (SImonns).
IIpu o6paboTke 3amuceil aHATM3UPOBAIIU TIEPUO] PO-
CTOBBIX MyJIbCALIMI ¥ HANIPABJICHUE IBUKCHUS alleKCOB
3a4aTKOB.

OHTOT'EHE3 Tom 39 Ne5 2008

PE3YJIbTATBI

HUszmenenue mopgponoauu eepxyuiku pocma 6 me-
yeHUue GOpMUPOBAHUAL Mewdoy3aua nodeza. s
yao6cTBa omucanuss B MOP(OTeHETHIECKOM IUKIIE
MBI BBIICJWIM TSATh (a3, pasfeieHHbIX Ooliee Win
MeHee yeTKMMHU rpaHunamu (puc. 3). IlepBasa ¢a3za
MOpP(QOreHEeTHIECKOTO IUKJIa HAUMHAETCS C TIOSIBIIe-
HUS HAa BepIIMHE IEHTPAJIbLHON YacTU TOCIEHEro
chopMIPOBAaHHOTO MEKIOY3IUS 3aUaTKa OUEPETHO-
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Puc. 4. smenenne opMmel neprucapKanbHbIX IEPETOPOIOK U HANPABJIEHMSI TyJIbCAlIUIA 3a4aTKOB B TPeThel (paze Mopdore-
HETHYECKOTro LIMKJIa MeXXoy3nusi nodera Dynamena pumila: a — Ha4aio (MOSBIECHUE EPUCaPKAIbHBIX IEPETOPONIOK); 6 — ce-
pennHa; 6 — 3aBepiieHue aspl. (— ) — HaNpaBJICHHS MyJIbCAlUil 3a9aTKOB; OCT. 0003HAYEHHUS CM. Ha PHC. 3.

ro MeXJ0y3aus (BepXylKu pocta). K KoHIy nepBoit
¢pa3bl oH nproGpeTaeT popmy, 6IU3KYIO K cheprye-
CKO¥, U BECh COOTBETCTBYET allMKaJILHON YacTu Bep-
XyLIKH pocTa (puc. 3, a).

M3MeHeHne CMMMETpHUH pacTyIero 3adarka co-
OTBETCTBYET MEPEXOfy OT mepBoi ¢pa3bl Mopore-
He3a MeXJ10y3Jusl KO BTopoil. B TeueHne Bropoii ¢a-
3pl OMKJA 3a4aTOK YBEJIMYMBAETCS B pa3sMepax o
npuobpeTaeT popMy yIIOINIEHHOTO OOpPaTHOTO KO-
Hyca. YIUIOUIeHNE 3a49aTKa IPOUCXOINT 3a CUET €ro
paspacranusi B IUIOCKOCTSIX, COBNAIalOIINX ¢ (PpOH-
TaIbHBIMUA IUIOCKOCTSIMH CHUMMETPUHM THAPOTEK
npebIIyIIIX MEKI0Y3uil (YCIIOBHO — BO (PPOHTANb-
HOM ockocTH noGera). [Ipn 3ToM n3HaYanbHO pa-
AMaTbHO CUMMETPUYHBIN 3a4aTOK COXPaHSET TONb-
KO Of[HY IJIOCKOCTH cuMmMeTpuu (puc. 3, 6). Bo BTo-
poii aze Mo Mepe yBEeINUYECHHST pa3MepOB 3auaTKa B
HEro 3aXOAuT 00IIasi racTpalibHasi OJIOCTh nobera,
U TeTepb OH MPEJICTaBISIET COOO IUCTANBHYIO YacTh
eINHOW BEpPXyIIKU pocTa. B HIDKHUX YacTsx pacry-
LIEro MEXAO0Y3usi, 0COOEHHO Ha ero GOKOBBIX MO-
BEPXHOCTSIX, IEpUCApK HAUMHAET YTONIATHCS.

Ilepexopn x TpeTbeii paze Mopdorenesa MeXKI0Y3-
TS XapakTepHu3yeTcsl BUIMMBIM IIOSIBICHHEM B [H-
CTaJILHOI YacTy 3a4aTKa ABYX NepucapKajbHbIX Iepe-
TFOpPOJOK, Pa3felSAIoIIMX €ro Ha Tpu 4dacTu. Ilpu Ha-
OnofeHN BO (PPOHTANBHON IUIOCKOCTH Ha IPOCBET
NEePEeropofiKM BBITTISIASAT OPUEHTHPOBAHHBIMY B IPOK-
CUMOJMCTAIBHOM HampasieHun (puc. 3, 6). I1o mepe
(popmupoBaHus MEXKIOY3IHMs NEPErOPOfKH YBEINYH-
BalOTCS B JIIVHY B AUCTAIILHOM HarlpaBlieHUH, BCE CUITb-
Hee pasfenss 3a4aToK. K KoHiy TpeTheil pasbl mpouc-
XOJUT MOJHOE pa3fieJieHue eMHON BEPXYIIKH HA TPU
3a4aTka: fjBa OOKOBBIX (KOTOpbIE 3aTEM (POPMHUPYIOT
THIPAHThI) U LEHTPANBHBII (KOTOPBII NPOIOKUT Ha-

pacranue mobera) (puc. 3, 2). Ha npoTskeHnn modtn
Bcell TpeThel (pa3bl amMKaabHas YacTh BEPXYIIKHA PO-
CTa MPOAOIIKAET MyJIbCUPOBATh KaK €ANHOE LIENOE.

IIpm paccMOTpeHUU CTPOEHHS MEXOy3ius B
KOHIIe TpeThel a3bl MOporeHe3a MOXHO BUIETh,
YTO INEPErOpoAKHU, Ppa3felsdlolie ero BEpXYUIKY,
U30THYTHI CUMMETPUYHO APYT APYTY OTHOCHUTEIHLHO
MJIOCKOCTU cuMMeTpuu nobera. [IpokcumanbHbie
y4acTKH IepUCapKajlbHBIX IIEPEropofok, obpaso-
BaBIINECS B Havale TpeThel pa3bl, OPUEHTHPOBAHBI
IOJ] OCTPBIM YIIIOM APYT K Apyry. [To Mepe pa3BuTust
MEXJOY3/IMsl B3alMHAs OpPUEHTAIsl NePeropofok
npubnmxkaeTcsd K IMapaieNbHOW, a 3aTeM uX MAH-
CTaJbHble KOHI[bl HAUMHAIOT PACXOMUTHCS B MPOTH-
BOIIOJIOXHBIE CTOPOHBI (puUC. 4).

B npenppigynmux gazax Mopgorenesa (popMupyro-
mieecsl MeXX0y3Jline UMeNO CTPOCHUE, XapaKTepHOe
nist Bepxymiku pocta (Hale, 1960; KoceBuu, 1991,
2006): ero TKaHW COXpaHsIA KOHTAKT C IEPUCapPKOM
MO BCel MOBEPXHOCTH (POPMUPYIOMIETOCS MEXKI0Y3-
nusi. B koHIIe TpeTheit a3bl Mopgorene3a TKaHu B
MPOKCHUMANIBHON YacTH (POPMUPYIOIIETOCS MEX/O0-
y3JIHsI TEPSIIOT KOHTAKT C MIEPUCAPKOM, €eT0 OKpyKa-
oM (puc. 3, 2; 4, 8). CiieoBaTeIbHO, K 3TOMY Bpe-
MEHHU BEpXYIIKE POCTa COOTBETCTBYET y3KE TOIBKO
AWCTATbHAS YacTh 3a4aTKa MEXKIOY 3.

Havuaiy werBeproii ha3bl MoporeHe3za MeKI0y3-
TS COOTBETCTBYET HOTEPSI CHHXPOHHOCTH MYJIbCALHI
aNMKaJIbHBIX TIOBEPXHOCTE OOKOBBIX U EHTPAILHOTO
3a4aTKoB. [Tocse MoTHOro NX pasfesieHus Ha aluKalb-
HOW TOBEPXHOCTH BEPXYIIKH TOSIBIISIOTCS TPU YETKO
000cO0JICHHbIE BBITYKJIOCTH, COOTBETCTBYIOIIUE MU-
CTAJIBHBIM YacTsIM pacTylIUX 3a4aTKOB. Borayreie
yYaCTKH aNMKaIbHON MOBEPXHOCTH BEPXYILIKH COOT-
BETCTBYIOT MECTaM COEJIMHEHUSI IIEPErOpofioK, pasie-
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JISTFOIIUX 3a9aTKU, C IEPUCAPKOM OBIBITIEH alMKAIBHOM
MOBEPXHOCTHU €[IMHOM BEPXYIIKH pocTa (puc. 3, 0).

Bckope nocne Hadana 4eTBepToil (pa3bl TKaHH,
Mpuiiexalue K InepucapKalbHbIM NEperopofkaM B
CpefHeN YacTH 3a4aTKOB, TEPSAIOT KOHTAKT C HUMU. B
AHMCTANBHBIX YacTsX BCEX TPEX 3a4aTKOB IEHOCapK
COXpaHseT IJIOTHBIN KOHTAKT ¢ epucapkoM. Kpome
TOrO, TKAHU 3aYaTKOB COXPAHSIOT KOHTaKT M C ca-
MBIMH NPOKCHUMAaJbHBIMU YYacTKaMU NepucapKaib-
HBIX NTeperopoyiok (puc. 3, ). OMHOBpEMEHHO BHEIII-
HUH lUaMeTp ¥ IPOCBET UUINHPA TKaHEe, TeXKalux
CBOOOJHO B OOKOBBIX 3a4aTKaX, CHJIBHO COKpaIllaeT-
cs1. HaunnaeTcs npouecce gudgepeHunpoBku 60K0-
BbIX 3a4aTKOB B THAPAHTHI. [luaMeTp TKaHell LeH-
TPalBHOTrO 3a4aTKa Tak>Ke CHIIBHO yMeHblaeTcs. K
KOHIy 4eTBepTOH (pa3bl AMCTANIbHbIE YAaCTU OOKO-
BBIX 3a4YaTKOB yXe OOpallleHbl B CTOPOHBI OT Ha-
npaBjeHus pocta ocu mnobera. dopmupyroiieecs
MEXJ0Y3/I1e JOCTUIaeT OKOHYATEIbHbIX Pa3MEpOB,
1 pocT OOKOBBIX 3a4aTKOB B JIJIMHY IpeKpaliaeTcs.
DTO COCTOSIHHAE XapaKTepHU3yeT epexof K nAToi ga-
3e Mop(oreHesa MeKIOY3IHs.

B aT0i1 paze npoTekaroT B OCHOBHOM IIPOLECCHI
nuppepeHIUPOBKY TUIPAHTOB U3 OOKOBBIX 3a4aT-
KOB (puc. 3, i), conpoBoxkparomuecss oOpa3oBaHIEM
puacgparM B uX 0a3anbHOI 4acTH B BUJIE MONEPEYHBIX
nepucapkajbHbIX neperopofok. Popmuposanue gua-
¢pparMbl HaUMHAETCS OT MPOKCUMAIILHOT'O KOHIIA BHYT-
PEHHEN POAOJILHO NEPETOPOAKH U PaCIpOCTpaHsIET-
cs1 B HAaIIpaBJICHNH BHEIITHEN CTOPOHBI Ilepucapka 60Ko-
BOro 3ayaTKa. BOnm3u 60KOBOH CTEHKU MEXKIOY3TIHS B
puadgparMe ocTaeTcsi HEeOOJIBIIOE OTBEPCTUE, UYEpe3
KOTOpO€E NMPOXOAUT LIEHOCAPKAIbHBIN KaHaJ, COSINHSI-
FOIIMI THAPAHT C JEHOCapKOM OcH nobera. B gucrans-
HOW yacT! (pOpMUPYIOIIMNICA THAPAHT JOJITO COXpaHs-
€T KOJIBLEBYIO 00JIaCTh MOCTOSTHHOTO KOHTAaKTa C Ie-
pucapkom. IIpu sToOM B BEpXHEN YaCTU NPUIIEKALLEH
CTOPOHBI THIPOTEKH (T.€. B pallOHE OTKIIOHEHHUS THIPO-
TeK OT OCH M0OEera) OTYETINBO PATUINMO 3HAYATETb-
HOe yTONIIeHne nepucapka (puc. 3, ). Beime Hero
pacrionaraeTcsi cBOOOAHAas 4acTb T'MAPOTEKH, Ha -
CTaJIBHOW MOBEPXHOCTH KOTOPOH popMupyeTcst onep-
Ky-JIIpHBIA ammnapat rugpanrta. Ha xoHeuHOn cragun
mupHepeHIUPOBKA Y THAPAHTOB (POPMUPYIOTCS IIIy-
nanbia u runocroM. [TomHOCTBIO chOpMUPOBAHHBIN
THAPAHT pa3pbIBacT TOHKWIA IIEPUCAPK, COSTUHSIOLIIN
KJIalaHbl ONMEPKYJSIPHOTO amiapara, [ocje Yero Cro-
COOEH BBICOBBIBATHCS U3 THAPOTEKH.

LleHocapk LEHTpaNbHON YacTH MEKHOY3JHs He
MEHSET CBOETO CTpoeHMs. B nucranbpHO yacTu npu
OIaronpuATHBIX YCIOBHUSX YK€ B KOHIIE YETBEPTOI
¢a3er opmupyercst odyepenHas BepXylIKa pocTa
Mexnoy3nust nodera. Takue mopdonoruueckue usz-
MEHEeHHsI HaOIIOaI0TCs B TeUeHue MOporeHeTnye-
CKOTO IJMKJIa KaXKAOro MexKaoy3nus nodera D. pumila.
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W3meHeHue xapaxkmepa pocmosbix nyabcayuii Ha
npomsiceHUuU Mopghozenemuieckoz0 yukaa. I1o me-
pe NpOTEeKaHusI MOP(POreHEeTUYECKOro UKJIIA XapaK-
Tep MyJIbCUPOBAHMS 3a4aTKa HpeTepreBaeT psij Mo-
clefoBaTeIbHbIX N3MeHeHil. Ha HauanbHBIX 3Tanax
I 3a49aTKa MEXJOY3Jusl XapaKTepeH THUINWYHBIN
pOo(UIIb POCTOBBIX MYJIbCALMN C IPORXOIKUTEIBHOM
(pazoii ynnuHeHus1, B TeUeHUE KOTOPOH JJIMHA 3a4aT-
Ka ocraetcs noctosinaoi (Wyttenbach et al., 1973;
Benoyco u gp., 1984; Beloussov, 1991). Ilepuon
nyJbcaluid cocTaBisieT B cpegHeM 11-13 muH npu
temnepatype 16—18°C. Kak noka3anu faHHble BH-
e0ChEMKH, KapTHHA POCTOBBIX NMYyJIbCAIWIA TPUHIIN-
[UaIbHO HE U3MEHSETCs U IPU NOSIBJICHUM B Hayalle
TpeTbell (pa3bl NepucapKalbHBIX IEPErOPONOK.

axe nocne BAAUMON 3aKJa[KH NEPETOPOMOK,
pa3fensIomuX 3a4aTKy, NOCaeHre A0 KOHIa Tpe-
Thell pa3bl pa3sBUTUS MEXKAOY3IUS INPOJOIIKAIOT
MyJILCHPOBaTh CHHXPOHHO. Cpa3y mocie BHAMMOTrO
MOSIBIIEHUS TIEPETOPONIOK HAaIpaBIEHUS IMyJbCAlAU
BCeX TPeX 3a4aTKOB COBNAfIAIOT U OCTAIOTCS Mapai-
JeNbHBIMU IPOAONBHOU ocH nobera. ITo mepe pocra
MEXJOY3/Iisl ¥ YBEIHWYCHHs JJIMHBI IEPETOPONOK
B3aWMHbI€ HAIpaBJEHUS MyJIbCAlMil alleKCoB OOKO-
BBIX 3a4aTKOB MeHst0Tcs (puc. 4). K cepenune Tpe-
Thel (pa3bl mynbcanu OOKOBBIX 3a4aTKOB OKa3bIBa-
FOTCSI HallpaBIIEHHBIMHU K OCH NOOEra: AHCTalIbHbIE
yacTy OOKOBBIX 3a4aTKOB KaK OBl C/IaBIMBAIOT LIEH-
TpaNbHBIA 3a4aTOK ¢ GOKOB. B KoHIE 3TO# pa3bl
MyJIbCAlMN IUCTAJBHBIX YacTell OOKOBBIX 3a4aTKOB
OISITh HAIpaBJEHbl NapajyIeJIbHO TAaKOBBIM IEH-
TPaJbHOTO 3a4YaTKa.

Ha 3aBepmaromux sTamax TpeTbel pa3bl MOp-
(porenesa Mexpoy3nus 3a4aTKH YTPauMBaIOT CUH-
XPOHHOCTB NyJIBCHPOBaHMUs. DTO BbIpaXKaeTcs B He-
KOTOPOM OTCTaBaHUU IEHTPAILHOIO 3a4aTKa B (hasze
yammHEeHHS OT (pa3 60KOBBIX 3a9aTKOB. B xofe ganb-
HEJIero pas3BUTHSI 3a4aTKH MOTYT IYJIbCHPOBATH
ACHHXPOHHO, OTHAKO KaKyk0-I1U00 CTPOryIO 3aKOHO-
MEpPHOCTh B XapaKTepe UX NyJbcalluii BHIIBUTH HE
yaajnocb. b0 OOHAPYKEHO, YTO NEPUOJ IyJIbCa-
Oy OOKOBBIX 3a4aTKOB HEMHOI'O MEHBINIE NEPHOfa
MyJIbCAllUU LEHTPAIBHOTO 3a4aTKa, HO3TOMY (pa3bl
VIJIMHEHUS] U COKPAIeHUs] COCEHMX 3a4aTKOB IIO-
CTOSIHHO CMEINAIIACh BO BPEMEHH OTHOCHUTEJIBLHO
apyr apyra (puc. 5). IIpu aTom ake gBa 6OKOBBIX 3a-
YyaTKa MOTYT NYJIbCUPOBaTh HECUHXPOHHO. [leTamnb-
HBII aHAJIN3 IIyJIbCALMA BEPXYIIKHU POCTA B TPEThEM-
ISITON (pazax MoKaszajl, YTO Bce 3a4aTKK MMEIOT He-
MHOTO pa3HbIil NEPUOJ MyIbCALMHA, KOTOPBI, K TOMY
K€, BeCcbMa HENOCTOSHEH [JIsi KaxKJoro 3adaTka.
Kpome Toro, 661510 0GHapyKEeHO, UTO 3a4aTKU MOTYT
pas3nuyaThes 0 COOTHOLIECHUIO MIINTENbHOCTEN (a3
MyJIbCAlln{ B KaXKAOM IIUKIIE.
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Puc. 5. CooTHomieHue nynbcanuil HeHTPaIbHOrO (—#—) 1 OOKOBBIX (- -@- -, - -A- -) 3a4aTKOB nodera D. pumila B 4yeTBepTON
¢ase. I1o ocu abemmec — Bpems, 4 ; o ocu opauHAT — “0” — MOMEHT mpoBaia (Hamboublee cKaTHe alekca 3avarka), ‘17 —

MOMCHT ITMKa (HaHGoanee BBIJIBU>KCHUEC aHGKCﬂ).

Puc. 6. ITpononbHbIil cpe3 o ocu Mexkpoy3nus Dynamena pumila B cepeiuHe TpeThbell (pa3bl ero popMupoBaHus: a — OOLIHiA
BUJI; 6 — YBENIMUCHHBII yIacTOK Ha a. M — me3oriesi; Ino — snuaepma; 10 — racTpoepMa; ocT. 0003HAYCHUSI CM. Ha pHC. 3.

Macmra6: a — 200, 6 — 50 MKM.

T'ucmoaoeuueckue oannvie. Tlopsamok paspedne-
HUSI €IMHOH BEPXYIIKHM pOCTa Ha TPH 3ayaTKa ObII
MCCIIETIOBAaH HAa CEPHUIHBIX cpe3ax depe3 (popMHpYIO-
1ieecs MeXXJI0y3Jue Ha pa3HbIxX pazax Mopdorenesa.

Ha npoponbHbIX cpe3ax HauMHAsI ¢ TPEThel (pa3bl
MOZKHO YBHJIETb IOSIBJIEHUE NEpUCAPKAIIBHBIX IIEpero-
POJIOK, KOTOPBIE 3aKIabIBAIOTCS B MPOKCUMOUCTAIh-
HOH MOCIEI0BATEILHOCTH HA HEKOTOPOM PACCTOSTHAY OT
anMKaJlbHOY IOBEPXHOCTH BEpXYyIIKH (puc. 6). Ha cepun
NPOAONBHBIX CPE30B B CEPEUHE TPEThE! (ha3bl BUTHO
OTCYTCTBHUE NEPUCAPKAIIBHBIX TIEPETOPOJIOK B allMKalb-
HOW 9acTy BepXymiku (puc. 6, 6). [Tpokcnmanwaee, 6im-
K€ K CpefIHel 4acTu BEPXYLLIKY POCTa, XOPOLLO Pa3Inin-
MBI JIBE TIepHCApKAaTbHbIE EPErOPOIKH, OPUSHTUPOBAH-
HbIE CJIETKa HAKJIOHHO 10 OTHOIIECHUIO K MPOMOIBHOMN
OCH pOCTa BEPXYLIKU. B cBOEN NMpOKCHMaIbHON 4acTu
9TH NEPErOPOKH YTONIICHBI, a UX AUCTAIBHbIC YacTH

MOCTENICHHO YTOHYAIOTCS M CXOJSIT Ha HET, HE JOXOMS 10
aNUKaJIbHON HOBEPXHOCTH BEPXYILIKH.

IlepucapkanbHble NEPEeropofikd  METIE00pa3HO
OXBaueHbI MUACPMATIBHBIM CIIOEM, KOTOPBII Ha alu-
KaJILHO! TOBEPXHOCTH BEPXYILIKHU MPEICTABISIET COOOM
enuHoe nesoe. B Mecre coeMHEHMsT sNuepMaIbHON
“neTau’”’, OXBaThIBAIOLIEH NEPETOPOJIKY, C IMUAECPMON
ameKkca BEpXYLIKH SMUACPMAIIbHBIA CIIOW BBITJISIUT
MHOT'OCJIOTHBIM, OTHAKO HE BO BCEX KJIETKAaX MOXKHO
YBUACTH SIAPO (puc. 6, 6). DTO MOXET CBUAETENBCTBO-
BaTb O TOM, 4TO HaOmrogaeMasl ‘“MHOTOCIOMHOCTL”’
SNHUEPMBI Ha CaMOM JIeJie SIBJISIETCSl CIEACTBHEM HC-
KPUBJIEHUS KJIIETOYHOT'O MJIacTa.

Ha nonepeunsIx cpe3ax uepe3 amnekc BEepXyLIKU B
cepeguHe TpeThell (pa3bl (HA HUX HE MOMAJaeT ra-
CTpalbHasi HOJOCTh (DOPMUPYIOIIETOCS MEKOY3IIHS)
He 0OHapY>KMBAETCs] HUKAKUX IIePHCapKAIBbHBIX CTPYK-
TYp, Pa3AciAIONMX TKaHW BEPXYLIKH (puC. 7, a—e).
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Puc. 7. ITonepeunsie cpesbl Mexpoy3nust Dynamena pumila B cepefiiae TpeThell (ha3bl ero (pOPMHUPOBAHUS: @ — OOIINI BH
cOOKY; 6—0 — IOCIIeOBaTENbHbIE CPE3bl OT alleKca BEPXYIIKN K OCHOBAHUIO MEXKIOY3IHs (TOUKaMH OTMEUeHbI YPOBHU pac-
MOJIOXKEHNUSI COOTBETCTBYIOIIHX CPE30B, YKA3aHHBIX CTPENKAMHU, HAYIIIMHU OT TOUEK; CTPENKHI MEXK]y CPE3aMH1 yKa3bIBaIOT I10-
CIIeOBaTEILHOCTD OJIM3KOPACIIONOKEHHBIX cpe3oB). '] — racTpanbHas MOJIOCTh; OCT. 0003HAYCHHMS CM. Ha puc. 3. Macmrab:

100 MKM.

IIpokcumanbHee Ha NMPOTUBONEXKAIMX (PPOHTANb-
HBIX CTE€HKax OOHapyKMBAIOTCI CHayaja JBe Maphl
TOHKMX IE€pUCapKalbHbIX I'peOHEN (IIEpEeropofoK),
KOTOpbIE PAaCHOJIATalOTCsl CHUMMETPUYHO OTHOCH-
TEJBHO CaruTTAJIbHON IIOCKOCTH CUMMETpHH (op-
MEUpyroIerocs Mexuoysnus (puc. 7, 2). Eme 6mrke
K OCHOBAHUIO MEXJO0Y3Jusl OHM OBICTPO YBEINIMBa-
FOTCSI B BBICOTY U B TOJIIMHY, M BCKOPE B KaXK0H ma-
pe IpOoTHBOJIEXKAIUE I'PEOHU CMBIKAKOTCS APYr C
npyrom (puc. 7, 0, e). B cepennne TpeTheit pas3pl pas-
3 OHTOI'EHE3 Ne 5
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BUTHUSI O0AcTh CpAacTaHUsl JEXKUT B BEPXHEH TPETH
¢popmupyromerocs mexpoysnusi. Emie npokcumainb-
Hee cpacTaHue IpeOHell CHOBa OTCYTCTBYET, a CaMU OHU
HOCTENEHHO UcYe3aroT (puc. 7, i, 2). UHTEpecHo, 4To B
camoii 6a3aIbHON YaCTU PaCILIMPEHHOrO yyacTka op-
MHPYIOILLETOCsS. MEXJOYy3lusi, I7e IepucapKalbHbIX
rpeOHell HeT, y>Ke XOpOIlIO BUHA BHEIHSS NOfpasfe-
JIEHHOCTb IIepUcapkKa COOTBETCTBEHHO BBIIIEPACIIONO-
>KEHHBIM 3a4aTKaM (puc. 7, »). BHEITHUM MIPOONBHBIM
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Puc. 8. [TpononbHblil cpe3 no ocu Mexaoysnust Dyname-
na pumila B Hayane nsATON a3bl GOpMUPOBaHUS (XOpO-
1110 BUAHBI YYaCTKA BTOPHYHOTO YTOJIIICHNS IEpHcapKa).
3I'—3a9aTKy ruppaHToB; @/ — chopmupyrommecs auadpar-
MBI; OCT. 0003HaueHus cM. Ha puc. 3. Maciura6: 500 MkM.

60po3/1aM COOTBETCTBYET HEKOTOPOE YTOJIICHUE CTe-
HOK Tiepucapka (puc. 2, 6,8; 7, a.m).

ITo mepe pasBuTHs nepucapKalbHbIX IpeGHEN Ha-
OmrofaeTcsl W3MEHEHUE CTPOEHMSI MSITKMX TKaHEH B
BepxylKe pocTta. C nosiBIeHrEM rpeOHell euHast 1o-
JIOCTh BEPXYILKH IOAPA3ACIISETCS Ha TPH MPOHOIBHBIX
KaHajla, COCAMHEHHBIX MEXJY COOOH CyXKarOIIMMUCS
MIPOCBETaMM. Y BEIMYEHNE TPEOHEN IPUBOIUT CHaYaJIa
K CpacTaHMIO racTpoAepMbI IPOTUBOIOIOKHBIX (DPOH-
TaJbHBIX CTEHOK BEPXYIIKH, a 3aTeM M SMHAECPMbI
(puc. 7, xnc,u). B pesynpTaTe Ha YpPOBHE CpPOCHIMXCS
rpe6He (ChOpPMUPOBAHHBIX NIEPUCAPKATBLHBIX IEPEro-
POMIOK) 3mujepMa M racrpopepma OyAylIuX 3a4aTKOB
OKa3bIBAIOTCS PAa300IIEHHBIMY APYT OT ApYTa.

B Teuenme Tpetheit ¢a3bl nepucapkalbHbIE Te-
PETOPOAKH YAJUHSAOTCS U TOCTENEHHO “HopacTaoT”’
[0 anuKalbHOHI moBepxHOCTU. Tak Kak hopMupoBa-
HUE TTepeTOpPOJIOK HaUnHAETCS OT (PPOHTAIBHBIX CTE-
HOK TIepucapka, TO B IHCTAIbHOW YaCTH BEPXYIIKA
(BONMU3M amekca) pasfelieHUE SMUACPMbl COOTBET-
CTBEHHO OYIYIINM 3a9aTKaM MPOUCXOUT CIiepBa Mo
nepudepur, B TO BpeMsl KaK B IEHTPAIBHON YacTh
OHa ocTaeTcst effuHou (cp. puc. 6, au 7, 6,2). B ko1
TpeThell (pa3bl Ha MPONOIBHBIX U TOMEPEYHBIX Cpe-
3aX Uepe3 ANCTANBHYIO YaCcTh BEPXYIITKI MOKHO pa3-
JUYIUTH TOHKWE TIepucapKajlbHble IEPETOPOAKH, CO-
CIUHEHHbIC C aNMKaJbHbIM nepucapkoM. OmHOBpe-
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MEHHO C 3TUM MPOUCXOTUT 0060COOICHNE SMUACPMbI
[MEHTPANTBHOTO W GOKOBBIX 3aYaTKOB, YTO XOPOIIO
BHJTHO JIaskKe MO Pa3HMIIe B OKpAIIMBAHUN TKAHEH 3a-
YaTKOB.

Ha npoponbHBIX cpe3ax 4depe3 MeKAoy3iue B
YETBEPTOI U NSATOM (pazax pa3BUTHS CIIEAYET OTMETHUTD
3HAYUTEJIbHOE BTOPUYHOE YTOJIIEHHUE Teprcapka Ha
MPOKCUMAJTBHBIX KOHIIAX TIEpPUCAPKabHBIX TIEPEeropo-
JIOK 710 ¥ BO BpeMsi pOpMHUPOBaHUs quadparM rujipaH-
TOB U HA UX IUCTAJIHBIX KOHI[AX B MECTaX OTXOXK/CHHUS
TUAPOTEK OT ocu nodera (puc. 8). B ocTanbHbIX yyacT-
Kax (hOPMHUPYIOLIErOCs MEXOY3/lHs TOJIIMHA Ie-
pucapka OCTaeTcsl NPaKTUYECKW Heu3MEeHHOH. [laxke
6e3 MPUMEHEHNsI CIICIUATIbHBIX THCTOXUMUYECKHAX Me-
TOJUK XOPOIIO 3aMEeTHA Pa3HWIA MEXJY NePBUYHBIM
MIEPUCAPKOM, BBIJIEJICHHBIM HETOCPEICTBEHHO B MO-
MeHT (POpMOOOpPa30BaHUSI, U BTOPUYHBLIM, KOTOPBIM
BBIJIEJISIETCS TIPH laIbHEelIeM pocte U nuddepeHnu-
POBKE 3a4aTKOB.

OBCYXIEHUWE

Omnucanne nporeccoB GOPMUPOBAHUS MEXKIIOY3-
nust y D. pumila n apyrux npefcraBuTeNei TeKaTHbIX
rugponaHbIXx (moakin. Leptomedusae) ¢ mMoHOmOmm-
aJIbHBIM THUIIOM POCTa MOGETOB HEOMHOKPATHO JTaBa-
JIOCh Ha OCHOBaHUM BHEIIIHETO HAOMIOieHNs (Ha Ipo-
CBET) WJIM C TPUBIIEYEHNEM THCTOJOTHYECKUX JlaH-
HbIX (Berrill, 1949; Benoycos, 1965, 1967; Beloussov
et al., 1972; Beloussov, 1973). TpakToBKa npolieccoB
¢popmMooOpazoBaHMs B MPOIECCE POCTA BEPXYIIKHA U
COOTBETCTBYIOIINE MO MopgoreHe3a y THAPO-
UJIHBIX, TpeIoXeHHble benoycoBeIM ¢ KoJeraMu
(bemoycog, 1967; Beloussov, 1973; benoycos, Hopd-
maH, 1974; Beloussov, 1991; Beloussov, Grabovsky,
2003), OCHOBBIBAJINCH Ha AOMYIIEHUH, YTO BEPXYIIKa
pocTa npefcTaBiaseT co00H MOy CTPYKTYPY, CTEH-
KU KOTOPOW COCTOST W3 OJHOTO CJIOsI, 06Ia/IatoIIero
onpefesIeHHbIMI (PU3NYECKUMU CBOMCTBAMU (TOJIIIIN-
Ha, 3JaCTUYHOCTh U T.IL). IlpennoxeHHble Mopeau
(hopMynHEpOBaTUCH WCXOASl U3 TOTO, UYTO PEaTbHBIN
MoporeHe3 y THAPOUIHBIX OCYIIECTBIISIETCS HA OC-
HOBE POCTOBBIX IyJbcanuil. Bmecre ¢ TeM aBTOpPBI
MPUXOMWIIN K BEIBOTY O BO3MOXKHOCTH OPA3/ICIICHNAS
M3HAYATBHO €IMHON BEPXYIIKN Ha HECKOJBKO oUep-
HUX 32YaTKOB 3a CYET M3MEHEHNs] KPUBHU3HBI €€ am-
KaJIbHOW MOBEPXHOCTH, 0e3 yJacTusl “BHEIIHUX  (IIO
OTHOIIIEHUIO K CTEHKE BEPXYIIKHU) CUJI. DTO MOApa3y-
MEBaeT, YTO pa3Hble YIaCTKN alNKaJIbHON MOBEPXHO-
CTH BEPXYIIKH POCTa HAUMHAIOT MYJIHLCHPOBATH C Pa3-
HOW MHTEHCHBHOCTLIO — T.€. €UHAasl alluKaJIbHasl I1O-
BEPXHOCTh (BEpXylLIKa pPOCTa) pasfenseTcs Ha
HECKOJILKO 3a9aTKOB 32 cueT hOpPMUPOBAHUS Bpe3a-
rouxcst 6oposn. Takoe oObsIcHeHWE mofpasfese-
HUS aiiKaJbHON TOBEPXHOCTU BEPXYIIKH POCTa Kak
€MHOTO MYJILCUPYIOIIETO CcII0s (WK JIBYX CIIOEB, aK-
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TUBHOCTb KOTOPBIX coBmagaeT (3apaiickuéi u Jp.,
1984)), nmpeacTaBisgeTcss HAM MaJOBEPOSITHBIM. Bo-
JIee TOTO, CIIEYS JIOTUKE TaKOW MOJIEJIH, Cpa3y Imocie
pasfeneHusl OUepHUE 3aYaTKU JOJKHBI ObLTU ObI
pa3BUBAThCS, HE CONPUKACASICh APYT C APYTOM 1 pop-
MUpPYsT HECONMPHUKACAIOMAECs YacTh BHEITHETO CKe-
neta. nu nepucapkaibHble MEPErOPOAKHU TOMKHBI
Ob1TM Ob1 (POPMHUPOBATHCS B AUCTONPOKCHMATHEHOM
HaIpaBJICHUH TOCIIe pa3[lelIeHus] BEPXYIIKA HA JIO-
YepHUEe 3a4aTKM.

He BrI3bIBaeT BO3paxKeHUil ToO, 4TO MoOppasfese-
HHUe TKaHEH BEpXYILIKH Ha HECKOJIBbKO JIOYEPHUX 3a-
YaTKOB MHUIMUPYETCS MPOLeccaMy, MPONCXOSILIH-
MU B caMuX TKaHsX. MHunmumpyromuMm “cursaiom’
MOXET CIY>KUTh U U3MEHEHUE MEXaHNYECKUX Halpsi-
>KEHUI B pa3HbIX yyacTkax miacra (benoycos, Murt-
TeHTanb, 1992; benoycos u ap., 2000), u popmupo-
BaHUE HEKUX I'PAJMEHTOB MO(OreHETHYECKU aKTHB-
HbIX BeuecTB (Meinhardt, Gierer, 2000). B peanbHocTH
HayaJbHbIE CTAUM MOApa3elieHNus] BEPXYyIIKU pocTa
BbIpaKarOTCsl B (POPMUPOBAHUK HEOOJBIINX YTOJIIIIE-
HHI SNUAEPMAILHOTO CIIOSI HA TpaHuIax OyAayLux 3a-
4yaTKOB. YyTh NO3[{HEE 3TO MPUBOAUT K KPaTKOBPEMEH-
HOMY (DOPMHUPOBAHUIO HEOOIBIIX OOPO3T B AMUAEpPME
B/IOJIb TPaHMI] 3a4aTKOB B (pa3e HauOOJBIIIETO CKaTHSI
BEPXYILKHM pOCTa B XOf€ POCTOBBIX IyJibcauuii (Be-
loussov, 1973). OgHako B cleAyronmx 3a 3TuM pa3ax
BBIJIBIDKECHHSI BEPXYIIKHM HA MHK TOBEPXHOCTH SMUJCP-
MBI OIISITh Pa3IIakKUBAETCs, 1 OOPO3bl HCUE3aI0T. ITO
CBSI3aHO C CAaMKM XapaKTePOM POCTOBBIX MyJIbCALUi 1
AKTHBHON POJIbIO TacTPOAEPMbl BEPXYLIKU B CaMHX
MyJIbCALSIX: 3aBeplIarollee BbIIBUXKEHNE BEPXYIIKH
Ha YpOBEHb HOBOTO NUKa OCYIIECTBISETCS 3a CUET akK-
THBHOCTH TacTPOAECPMbI, “‘BbITATKHUBAIOLIEH 30UACP-
muc Bepxymku u3HyTpu (Kocesuy, 2006). B Takoii cu-
Tyanun “‘cpukcanus”’ aMuAepMaIbHBIX OOpO3[T Ha amu-
KaJIbHOW TIOBEPXHOCTH BEPXYIIKH pocTa 0e3 cui,
BHEIIHUX 10 OTHOIICHUIO K TKaHSIM BEPXYILIKH, HaM
MpeNCTaBsIeTCsl HEBO3MOXHOU. [0 mpuunHe akTHB-
HOW MyJIbCAIMN BEPXYLLIKH MaJIOBEPOSATHBIM IPECTaB-
nsieTcss U (POPMHUPOBAHUE BEPTHUKAJIBHBIX TEepHcap-
KaJIbHBIX IEPETOPOAOK, HAUNHAS OT €€ allMKaJIbHON aK-
TUBHO MYJIbCUPYIOLIEH TOBEPXHOCTH.

IIpepnaraemasi ykazaHHbIMU aBTOPaMU MOJEIb
MpaKTUYECKU HE YUUTHIBAET POJb BbIJEJIEHUS U 3a-
TBEpJICBaHUS Ieprcapka (BHEITHETO CKeJIeTa) B Ipo-
neccax popmoodpaszoBanus. Bmecre ¢ Tem panee Mbl
MOKa3ajy, YTO PeryJisnus CKOPOCTH 3aTBEpHieBaHUs
neprcapka UrpaeT BaskKHYIO POIIb B MOpOreHes3e Te-
kaTHbIX ruppounHbix (Kossevitch et al., 2001; Koce-
Bud, 20006).

B HacrosimeM nccieoBaHuy IpOaHAIN3UPOBaHa
MOCIIEIOBATENILHOCTh NPOIECCOB, NMPOHUCXOISIINX B
BepXyILIKe pocTa y D. pumila npu noapasaeieHuu ee
Ha HECKOJIbKO 3a4aTKOB, U POJIb BHEIIHETO CKeJeTa
B 3THUX Iporeccax. Pe3yabTaThl mogpoGHOTro ucce-
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JOBaHMsI OCHOBHBIX CTaiuil MOporeHe3a MeKa0y3-
nust D. pumila cBUETEIBCTBYIOT O TOM, UTO peaib-
Hasl KapTHHA IPOLECCOB, TPOUCXOMSLINX B BEPXYIIKE
poCTa Ipu ee NOoApa3feIeHNH, OTANYAeTCS OT TaKO-
BbIX, OMMCAaHHBIX pPaHEC Ha OCHOBAHUM BHEUIHUX Ha-
OJIrOCHAI.

Ha narm B3ruisig, cxeMa IpoLeccoB, IPOUCXOASIIIX
B BepxylIKe pocta D. pumila B Teuenne MopgoreHe-
TUYECKOTO IUKJA MEXJAOY3Jusl 1o0era, BBITJISIAUAT
crenyromuM obpa3om. B Teyenne mepBoil a3bl Ha-
YHHAETCS! BBIIBIDKCHNE BEPXYIIKU POCTa B JUCTAIb-
HOM YacTu NPeAbIAYIIEro chopMUpPOBAaHHOTO MEXK/O-
y3ausi no6era. BHavane 3a4aTOK 04epegHOro MeK0-
y3nusi mpuoOperaeT cepuueckyro ¢Gopmy, Mpea-
CTaBJIsisl COOOW JIUIIL ANMKAJIbHYIO YacTh BEPXYILIKU
pocra (Hale, 1960; Kocesuu, 1991, 2006), a c nepexo-
IOM KO BTOPOI1 (pa3ze HKIa HAUMHAET PACIIUPATHCS B
IJIOCKOCTH TIPEABIAYIIEro Mexaoy3nusa. BeposiTHee
BCETO, 3TO IPOUCXOIUT 3a CUET 3aME[JICHUs] CKOPOCTHI
3aTBEpAECBaHUS BHOBb BBIJENSIEMOrO Iepucapka Ha
OGOKOBBIX CTOPOHAX BEPXYIIKH pocTa (puc. 9, a,0) npu
MIOCTOSTHCTBE CKOPOCTH 3aTBEPEBAHUS €ro Ha (PpOH-
TalbHBIX NOBEPXHOCTAX Bepxywkn (Kossevitch et al.,
2001; KoceBuu, 2006). TO MO3BOJIIET TKaHSIM Bep-
XYILIKKA PacIIUPATHCS BO (DPOHTANBHOI IJIOCKOCTH B
3HAYUTENLHO OOJBIIEH CTEeNEHH, YeM B MEPICHAUKY-
JIIPHOM HaIpaslieHnU. B pe3ynbTraTe K KOHIy BTOPOI
(pa3bl 3a9aTOK MEXIOY3IUS BO (PPOHTATBLHON MPOEK-
uuu npuodpeTaeT hopMy 0OpaTHOTO KOHYCA M OBAJIb-
HYIO BBITSIHYTYIO (pOpMYy — Ha IIOTIEPEYHOM CEYEHNH B
ero AucTaabHOM Yactu (puc. 9, 6).

C HauvanoMm TpeTheil a3bl pa3Mepbl BEPXYIIKH
pocTta BO (PpOHTAITBHON MIIOCKOCTH MAJIO H3MEHSIOT-
Csl, 3TO CBUJIETENBCTBYET O TOM, UTO CKOPOCTh 3aTBEp-
[ieBaHMs1 Ilepucapka Io Bceil OKPY>KHOCTH arekca Bep-
XYIIKH OISITh CTAHOBUTCST OTHAKOBOY (pHc. 9, 6). B Ha-
yaje TpeTbeil (pa3bl Ha (PPOHTANBHBIX MOBEPXHOCTSX
(popMupyeMOro MexK0y3ius B €ro JUCTalIbHON YacTH
(HO 4yTh MPOKCHMAaJbHEE BBINYKJION M aKTUBHO ITyJIb-
CHPYIOILLEN aNMKallbHOW MOBEPXHOCTH BEPXYILKM) Ha-
ypHaeTcsl (popMUpPOBaHNE ABYX Map MepucapKalbHbBIX
rpeOHent (puc. 9, 2). COOTBETCTBEHHO BHYTPEHHHM
rpeOHsAM Ha HapyXXHbBIX (DPOHTAIBHBIX MOBEPXHOCTSX
CTAHOBSITCS 3aMETHBIMH JIBE NMAPhI MPOIONBHBIX YIITy0-
JIeHUll, OTBEYAIOIIMX T'PaHuIaM OyRyIMX TUAPOTEK U
ocu mobera (puc. 2, 6; 7, a,H). CnenoBaTensHO, Te-
pucapk (pUKCHpPYET flaske He3HAUUTEIbHbIE N3MEHe-
HUS KOHTYPOB TKaHeil BepXywku pocta. Camu rpeod-
HU (POPMHPYIOTCS 3a CUET YCUJIEHHOTO BBIEJIEHUS
nepucapka TKaHSIMH BEPXYIIKH B y4acTKaX, COOTBET-
CTBYIOIIIMX PaHMLaM OYAyIIMX 3a4aTKOB, Ha KOTO-
pble pa3fenuTcs Bepxyllka pocra. EcTecTBeHHO,
MepBOHAYAIBHO IPOUCXOAUT “BHYTpeHHee  pacuiie-
HEHHe eJUHON BEPXYILIKH POCTa U ONpefesieHue rpa-
HUI| MEKAY 3a4aTKaMHM, O YeM ObLJIO CKa3aHo BBILIE,
a yKe 3a TeM CIeyIOT BUUMbIe IIPOLiecChl ofipas3fe-
JIEHUs], BhIpasKarolecs B MHTCHCU(PUKALIH BbIee-
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Puc. 9. Cxema nu3MeHeHus (popMbl MONEPEUHOTO CEYEHNUST 3aUaTKa MeK10y3aus Dynamena pumila B a3ax ero ¢popMIpoBaHus
(moKa3aH TOJIBKO MEPHUCApK): a — IEPBOI; 6 — BTOPOIL; 2 — Hadalle TPEThel; O — CepefiiHe TPeThel (ha3bl (OSIBICHNE BHYTPEH-
HUX IepUcapKaJIbHBbIX I'peOHell). BepxHuil psp — nonepe4yHoe cedeHue (TONIUHA JIMHUUA COOTBETCTBYET CKOPOCTH 3aTBEpAe-
BaHUs NIepUcapKa; IIMHA CTPEIOK NPONOPIMOHaIbHA CKOPOCTH PACIIMPEHNs 3a4aTKa B JaHHOM HallpaBJIE€HNN); HIPKHUI — BUNL
BO (DpOHTATBHOI INIOCKOCTH; (- - - -) — yPOBEHb COOTBETCTBYIOIIETO NMONEPEIHOTO CEUCHUS 3a4aTKa.

HUS U 3aTBEpEeBaHus Iepucapka Ha MecTe KpaTKo-
BPEMEHHO BO3HMKAIOUIUX O0PO37] B OOKOBOI CTEHKE
BEPXYILIKYU Ha FpaHULax MEXy 3a4aTKaMu. DTO HOJ-
TBEPXKAAET BaXXHOCTb IPENBAPUTEIBHON “‘pa3MeT-
K1~ U OIpeeJIeHUs] TPAaHUIl MEXXAYy OCHOBHBIMU 4Ya-
CTSIMUH pa3BuBarolerocsi opranusma (Meinhardt,
1983; Fontana, Buss, 1994; Green, 1999). Takum 00-
pa3oM, opmupyrolecs NepucapkajlbHble TpeOHH
“cpukcupyror” pasneneHue MIrKux TKaHeidl aKTUBHO
IyJIBCUPYIOLIell BEPXYLIKH Ha COOTBETCTBYIOLIYE 3a-
YaTKU.

ITo mepe popmupoBaHUS MEXKAOY3IUS PONCXO-
AUT yAJuHEHHWE rpeOHell B HANPABICHUU NPOJOIb-
HOH OCH MEXJIOY3/IMs U YBEJIMYCHUE MX BBICOTHI IO

HaIlpaBJIEHUIO APYT K APYTY B Iape 3a CYeT YCHUIICH-
HOTO BBbIICJICHUSI Tepucapka B 0Opa30BaBIIUXCS
CKJaJKaX TKaHEHd. YBeJIUYeHUe BbICOThbI IpeOHel
MPUBOJIUT K MOCTETNIEHHOMY COJIMKEHUIO TKaHEH Ipo-
THBOMOJIOKHBIX ((PPOHTATBHBIX) CTOPOH BEPXYIIKH,
3a 4YeM CIEAyET CAUSIHUE U IOfIpa3fieICHUE racTpoaep-
MBI BEpXYIIKN Ha TpH “‘3ayaTka’ (BbIpocTa) (puc. 7).
Pacunenenue ractpopepMbl NPOUCXOOUT JOCTATOY-
HO OBICTPO C MOMEHTAa 3aKJafiki TephcapKalbHbIX
rpeOHell, UTO U CO3JaeT BIleUaTICHUE PaCUICHEHUS
BEPXYILIKH POCTa BpacCTAIOIIUMH NepucapKaabHbIMU
NeperopogkaMu NpU PACCMOTPEHUU HA MPOCBET
popmupytromerocs Mexpuoy3iausi Bo (PpOHTATbHON
mwiockoctu (puc. 3, 6; 4, a,0; 7, a).
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Puc. 10. Cxema pa3BuTHSI IepHCcapKaJIbHBIX IpeCHeH B 3a4aTKe MeXoy3iust Dynamena pumila (IpOROIBHBIN cpe3 3adaTKa
BJIOJIb TUIOCKOCTH Pa3BUTHsI OJHOI U3 map rpeOHeil (M)): a — Havalo TpeThell (pa3bl, MOsIBICHNE epucapKalbHbIX IpeOHel; 6
— cepeqnHa TpeThel (pasbl, cpacTaHne rpeGHEl; 6 — KOHEIl TpeThell pasbl, 3aBeplieHne (hOpMUPOBaHus IpeOHE, TOJTHOE pas-
IeJIeHNe 3a9aTKOB; 2 — BHYTPEHHSIS YacTh Pa3BUBAIOIIETOCS MESKIOY3IINSI B CEpeIuHe TpeThel (pa3bl; COOTBETCTBYET O (MsT-
KHUe TKaHU ¥ IepUCApK OJHOH MOJOBUHBI MEX/0Y3JIUs YlaJeHbl); CKaHUPYIOIas 3JeKTPOHHO-MUKPOCKOIIMYecKas poTorpa-
¢usi. (—) — HanpaBIIeHUEe 1 CKOPOCTh POCTa BEPXYIIKU U HapacTaHUs TpeOHel; IMHa CTPEJIOK MPOMOPIMOHATIbHA CKOPO-
CTH pOCTa; OCT. 0003Ha4YeHus cM. Ha puc. 3. Macmra0: 2 — 100 MKkM.

BaxHO OTMETUTH TO, YTO UMEHHO (pOpPMHpPOBa-
HUE MepUcapKalbHbIX rpeOHell obecneunBaeT PUK-
calil0 HAMEYEHHOTO pas3[ielIeHNs BEPXYIIKN Ha JI0-
YepHUe 3a4aTKH, NPUBOJA K YCUIICHUIO BISTYMBAHUS
(ppoHTaANBHBIX CTEHOK LIEHOCapKa Bepxylliku. Pery-
JSIUUST MHTEHCUBHOCTH BBIJICJICHUS U 3aTBEPHICBaHUS
repucapka UrpaeT B JaHHOM CIIy4ae OCHOBHYIO POJIb.
dopmupoBanne riIy0oKHX OOPO3[] Ha MOBEPXHOCTH
aKTHBHO MYJbCHPYIOMIETO JBYXCIOWHOTO 3avyaTKa
HEBO3MOKHO NPEACTaBUTh 0€3 ydacTHs MHBaruHa-
nuu. Bmecre ¢ TeM CyliecTByeT MHEHHE, YTO y IPE-
CTaBHUTEJEN THAPOUAHBIX WHBarMHAIMS KIIETOYHBIX
IJIaCTOB KaK MOP(OreHeTHYECKHil IpoLecc OTCyT-
CTByeT Ha Bcex cragusix passutus (YeppaHues,
2003). [JonoaHUTENbHBIM CBUAETENBCTBOM B MOJIb3Y
“aKTHBHOTO” BpacTaHUs MepHcapKajbHBIX rpeOHEN
MOKET CIYKUTh pa3Hasl TONIIMHA clos U ¢opma
SNUAEPMaJIbHBIX KJIETOK BOJb pacTyIIuX I'peOHel.
Ha BepmmHe rpeGHeill anupepMa UMEET HAaUMEHb-
LIYIO TOJIIUHY, a pOpMa MUCKPHUBICHHBIX KJIETOK B
3TOH 00JIACTH CBHJETENLCTBYET O TOM, YTO 3MUJEP-
Ma MeXaHWYeCKH NPUHYAUTEIbHO BIABINBAETCS B
[OJIOCTh BEPXYLIKU (pHC. 7, 2,3).

CKOpOCTH HapacTaHUs BLICOThI epUcCapKalbHBIX
rpeGHeNl U yBEJIWYEHHUS] UX JJIMHBI B MPOKCUMOJH-
CTaJTbHOM HAaIPaBIIEHUH CKOOPAWHUPOBAHBI CO CKO-
POCTBHIO VIUIMHEHUS BEpXYIIKH pocTa. B pe3ymbprare
MpOTUBOJIEXKAlMe TpeOHU OIHOW mNapbl CHavaja
cpacTaloTcsi B NPOKCHUMAJbHON YacTH BEpPXYIIKHU
(puc. 10), a B ee iUCTAIBHO YaCTH IKTOJIEPMATBHBIN
CIIOW JITTUTEIIbHOE BPeMs OCTaeTCs Hepa3[eJIeHHbBIM.
OTO OOBSCHSET psAfj HAOMIOJaeMbIX OCOOCHHOCTEN
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pOCTa Tpex 3a9aTKOB B Te€UEeHNE TPeThel pas3nl op-
MUPOBaHUS MEKIOY3IHSL.

Tak, B Hauaje TpeTbeil (pa3bl IpU NOSIBJICHUN Iie-
pUcCapKaNbHbIX TpeOHENl HaNpaBJICHUS MyJIbCalui
KaxXJIOr0O U3 BUAMMBIX “3a4aTKOB” MPaKTHYECKU Ma-
palenbHbl APYr APYrY (CoXpaHseTcs HalpaBlIeHUe
MyJIbCalluil BEPXYUIKM [0 Hayaja ee pasfeeHus)
(puc. 4, a; 11, a). B cepenune TpeTheit pa3bl, KOrma
nepucapKajJbHble IePErOPOAKH MPOTHBOIIOIOXKHBIX
CTOPOH CIMBAIOTCS B IPOKCHMAJIBHON YaCTU MEX/O-
y37Usl U IPOUCXOAUT pasfielieHle racTpofiepMbl, Xa-
pakTep myJabcanuil ‘“3a4aTKoB” u3MeHsiercs. Tenepp
HAa 3aKJIIOYATEbHBIX (pa3ax HallpaBJICHNUE JBUXKECHUI
aNMKalbHBIX YacTell GOKOBBIX 3a4aTKOB COCTABIISIET
OCTpPBIA YroJl ¢ MPOROJABHON OChIO (hOPMUPYEMOTO
MEXJOY3/IMsl U C HampaBleHMEeM NyJbcalufl ILeH-
TPaJBHOrO 3a4aTKa: OOKOBbIE 3a4aTKH KaK ObI ClaB-
JMWBAIOT IEHTPaIbHBIN ¢ 60KOB (puc. 4, 6). CKopee
BCET0, 3TO MOXHO OOBSICHUTH TEM, UTO K 3TOMY MO-
MEHTY TracTpofiepMa BEpXYIIKM yXKe pasfielieHa Ha
TpHY 3a4aTKa, a 3MUiepMa B allMKaJIbHON YacTH elle
MpeacTaBiIsieT efuHbli caoi. Ha 3aKkiIrounTeIbHbIX
(pazax mynbcanuii BhIIBUKEHHUE aneKca BEPXYIIKYU B
[AHUCTAIBHOM HallpaBJIEHUM OIpefieNsieTcs yAIMHEHN-
eM ractpopepmaibHoro muinuHapa (Kocesuy, 2006).
Bo3MOXHOCTE TPOABUXKEHUS (PACTSKEHUS) SIUAEP-
MBI HEHTPAIBHOI'O 3a4aTKa ¥ COOTBETCTBEHHO BHYT-
PEHHHUX CTOPOH OOKOBBIX 3aYaTKOB OKa3bIBAETCA
3HAYUTEIBHO MEHbIIIEH 0 CPaBHEHHIO CO CMEIIICHH-
€M SMUJECPMbl HApPy>KHBIX [OBEPXHOCTEH OOKOBBIX
3a4aTKoB (puc. 11, 6). Kpome TOro, BO3MOKHOCTB 1~
CTaJILHOT'O IPOAIBMKEHUS SMMACPMbI MEXKY 3a4aTKa-
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Puc. 11. Cxema u3MeHEHH! HAPaBJICHUI ABIKEHNI ITACTOB ¥ ITyJIbCANH 3a4aTKOB IpH (hOPMUPOBAHAN MeXKA0y3nust Dyna-
mena pumila B: a — Hauase; 6 — cepeiuHe (CpacTaHue NeprcapKaibHbIX IpeGHE B MPOKCUMATBHON YacTH MEXAOY3Nus); 6 —
KOHIIe TpeTbell (paspl (momHOEe 060cOoONIcHHE 3a4aTKOoB). (M) — 3mmaepMa; (—p ) — HAIpaBICHUS MyJbCAlMil 3a9aTKOB;
(——) — HampaBJIeHNs CABUIOB KJIETOYHBIX IUIACTOB B (pa3ax BbIABIKEHUSI POCTOBBIX NyJIbCalUil, YIMHA CTPEJIOK IPOIOp-

UOHAJ/JIbHA BEJIMYUHE CliBUTaA; OCT. 0003HaYEeHMS CM. Ha puc. 3.

MU CAEPKMUBAETCS TEM, YTO B MPOKCUMATLHON YaCTH
BEpXYIIKM OHAa MEeTIeo0pa3HO OXBaThIBACT YKe
chopMUpOBaHHbIE IepHUcapKalbHble HNEPErOPOAKH.
ITpu coxpaHeHUM CHHXPOHHOCTH MyJIbCALMIA 3TO 3HA-
YUTEJIHLHO OIPAHNYMBAET BO3MOKHOCTh €€ pacTsKe-
Husl. B pesynbraTte Oonbliiee pacTsiKeHHE U CMellle-
HHUE 3KTOJEPMBI Ha HAPYKHBIX MOBEPXHOCTSIX OOKO-
BbIX 3a4YaTKOB IPUBOJUT K HaKJIOHY IIBI/I)KGHI/Ifl
ameKCcoB 3aYaTKOB B HAPABJIICHUN [IEHTPATLHOTO 3a-
yatka (puc. 4, 6; 11, 6), 9TO MOTHOCTHIO COTIIACYETCS
C IpejcTaBjIeHNeM 00 N3MEHEHUH HaIpaBJICHUs Po-
cTa GIM3KO PaCIONOKEHHBIX 32a49aTKOB B PE3yJbTaTe
ux B3anMopeiicrsus (benoycos, Hopdman, 1974).

B xoHne TpeTtheit asbl, mocie noaHoro popmu-
pOBaHMs NepHcapKalbHBIX NEPErOPOAOK U 000CO0-
JIEHNs 3MUAEPMaJIbHBIX CIIOEB TPEX 3a4aTKOB, HAIlpaB-
JIeHUs ITyJIbCALil BCeX TPEX 3a4aTKOB OISITh CTAHOBST-
Cd TPaKTUYECKH MapallJIelbHbIMU JpYr [ApPYyry H
MpOAOJILHOM ocu nobera (puc. 4, ; 11, 6). K atomy Mo-
MEHTY BepXyIIKa pOcTa COOTBETCTBYET JIMIIb AUCTAIIb-
HOU IOJIOBUHE (POPMUPYIOLIETOCS MEXKAOY3NIUs, a €€
[JMHA MEeHee JIMHBI TepucapKalbHbIX NEPETOPOfOK
MEXJY 3ayaTKaMu. B Takoii cuTyanuy NpoTsSKEeHHOCTh
TKaHEe! BOJIb BBIPOCUINX NIEPUCapKabHBIX Eperopo-
[OK YK€ NPaKTHYECKH HEe OTPaHMYMBAET PACTSLKEHUE
9KTOIEPMAIILHOT'O CIIOST MYJIBCUPYIOLIETO 3a4aTKa.

Jlaxe 1mociie BUGUMOro 0O0pa30BaHUs MEPEropo-
IOK, pa3felsoluX 3a4aTKU, IOCIAENHAE OO KOHIA
TpeTbell (ha3bl IPONOIXKAIOT MyJIbCUPOBATh IPAKTH-
YecKM CHHXpOHHO. Bo Bcex 3auaTkax B aKTUBHOI (ha-
3¢ IyNbCalui BBIIBIKECHUS HA NMUK JABIXKECHHUSA TKa-
Hell HAYMHAKOTCS OTHOBPEMEHHO. [lanee nHOrma Ha-
ONnrofaeTcd HEKOTOPOE OTCTABAHUE ILEHTPAIBHOIO

3ayaTKa OT OOKOBBIX (IOCIIENHUE ‘‘CIaBIMBAIOT”’
LEHTPAJIbHBIN 3a4aTOK, HE 1aBasi EMY BbIITH Ha ypO-
BEHb HOBOT'O IHMKa OJHOBPEMEHHO C OOKOBBIMHU 3a-
YyaTKaMM), HO MNEpHOj NyJabCcalil BCEX 3a4aTKOB
ocTaeTcs OfMHAKOBBIM. Ha Haml B3rjsy, 3TO CBUIE-
TEJILCTBYET 00 OTCYTCTBUU pa3fieICHUS SMAEPMbI B
AUCTAJIbHON YaCTU BEPXYIIKHU Mobera, T.e. IeHOCapK
aHI/IKaIII)HOfI HOBerHOCTI/I BeryHIKI/I pOCTa 10 KOH-
1[a TpeThel a3bl OCTAeTCs Hepa3eeHHbIM.

Hauano yeTBepToit ¢a3bl 4ale Bcero xapakre-
pu3yeTcss NOTEepedl CUHXPOHHOCTH MYJbCALMI TpeX
3a4aTKOB. JTO CBSI3aHO, CKOpPEEe BCEro, ¢ MOJIHBIM
000co0JIEHNEM TpeX 3a4aTKOB APYr OT jpyra B Ju-
CTAILHO! YacTH (POPMUPYEMOTO MEXKJOY3IIHS U pas-
fieIeHNeM eIMHON Mpexkfe BepXYLIKN pocTa Ha TpU
He3aBucUMBIX. HoBbIe BEpXYLIKHU pocTa, Onarogapst
OOIJHOCTU IPOUCXOXKJECHHS COXPAHSAIOT ONU3KKE Ne-
PHOABI POCTOBBIX MyJIbCALMI, HO Ja’Ke HE3HAUUTEIb-
HbIE OTJINYMS CIIYCTS HEKOTOPOE BpeMsl IPUBOIAT K
3aMETHO aCHHXPOHHOCTH IYJIbCANI BCEX 3a9aTKOB
popMupyeMOro MexX0y3usl.

B ueTBeproii aze popMupOBaHUS MEXKOY3ITUS
VIJTMHSIIOIIUECS AUCTANbHbIE YacTh OOKOBBIX 3a4aT-
KOB HAQUYUMHAKOT OTKIIOHSITBHLCA B CTOpOHbI OT ILCH-
TpanbHOTO 3a4aTKa (puc. 3, 0). B manHOM ciiyvae u3-
MEHEHHE HANpaBJIeHUsS pOCTa 3aYaTKOB, Ha HaIl
B3IJISI], B MAJIOW CTENIEHH CBSI3aHO C MX B3aMMOJEi-
CTBHEM Ha OCHOBE 3JIACTHYHOCTH KJIETOYHBIX CIIOEB
(Benoycos, 1965). Mbl CKJIOHHBI CUYUTATh, YTO OC-
HOBHOH NPUYMHOMN, BBIHYKAAIOIIEell 60KOBbIE 3a4aT-
KU OTKJIOHSITHCS B POCTE OT IIEHTPATbHOTO, B TAHHOM
clyJae SIBISIETCS YCUIISHUE BBIJIETICHNS U YCKOPEHNE
3aTBepjeBaHNs MTeprucapka BOIM3N TUCTATBLHBIX KOH-

OHTOT'EHE3 Ne 5

ToM 39 2008
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[IOB MepHUcCapKaJbHBLIX MEPEropolok MexXay 060co-
OMBIIMMICS BepXylIKaMu. B pe3yibTaTe nuameTp
amekca IEeHTPaJbHOIO 3a4aTKa HECKOJBbKO YMEHb-
maeTcs ((popMupyeTcst BUIAMAs “TiepeTsKKa™ MesK-
Oy MEXJ0y3JIusIMu nobera), a anekcbl OOKOBBIX 3a-
YaTKOB OTKJIOHSIFOTCSI B CTOPOHY (oJjiee TOHKOTO W
MSTKOTO mepucapka. Ha 3akimiounTeNbHbIX CTaiusIX
popMupoBaHust MEXIOY3JIUs pa3HUIlA B CTENIEHH BbI-
[eJieHNs] U BTOPUYHOI'O YTOJIIEHUS Tepucapka B
VIIOMSIHYTBIX MECTaX XOPOIIO 3aMeTHA Ha MPOIOIb-
HBIX cpe3ax (puc. 8).

B oToil ke aze NpPOUCXOOUT MOCTENEHHOE
YMEHBIIICHUE pa3MEPOB BEPXYLIEK OOKOBBIX 3a4aT-
KOB IO CPABHEHUIO C TAKOBOH HeHTpanbHOro. K KoH-
1y 4eTBepTOil (ha3bl KIETKU SMUACPMbI COXPAHSIOT
MOCTOSIHHBIA KOHTAKT C IEPUCAPKOM JUIIb B cCaMOi
OUCTATbHOM YacTH OOKOBBLIX 3a4YaTKOB M BOJIM3U
MIPOKCUMAJIBHBIX KOHIOB I€pUCAapKaIIbHBIX IEPEro-
popok. IToCTOSHHBIA KOHTAKT SNUAEPMBbI C IEpUCcap-
KOM CIIOCOOCTBYET €ro YCHUJICHHOMY BTOPUYHOMY
yTonuennto. Kak cieacTeue, nepucapkaibHble Ie-
PEropoaKu, pa3fesolue IeHTPATLHbII 1 60KOBbIE
3a4aTKHd, B CBOEW CpefiHel YacCTH OCTalOTCd 3HA4M-
TeJHHO 60JIee TOHKAMU IO CPAaBHEHHIO C UX MMPOKCH-
MAaJIbHBIMH U AUCTAJbHBIMU YacTsIMU (puC. 8).

B naroii dasze popMupoBaHusl MEXXA0Y3IHs IpoO-
UCXOJUT OCTAaHOBKA pOCTa OOKOBBIX 3a4aTKOB U Ha-
ynHaeTcs AudpepeHIupoBKa ITUAPaHToB. B npokcu-
MaJbHOI 4YacTH OOKOBBIX 3a4aTKOB (DOPMUPYIOTCA
nuacdparMbl THAPAHTOB B BUJE TOMOTHATEIBLHBIX Te-
PErOPOJIOK, pa3pacTarolXcsl OT YTOJIIEHHBIX MPOK-
CHMAaJIbHBIX YacTell MPOJIONIBHBIX MEPErOPOfIOK MO Ha-
IPaBJICHUI0O K OOKOBBIM IIOBEPXHOCTSIM II€pHcapKa
MEXI0Y37usl (puUc. 3, e, Jc; 8) 3a CUET JIOKAJILHOT'O BbIfie-
JieHus! mepucapka. B ucranbHbIX yacTax G0KOBBIX 3a-
YaTKOB Au(ppepeHIUPYIOTCS IIyNaablla U THIOCTOM
THAPAHTOB U (DOPMUPYETCS ONEPKYJSIPHBINA ammapar
ruppoTeK. IHTepecHo, 4To 06J1acTh KIIallaHOB ONEPKY-
JSIPHOIO ammapaTa He IOABEpPraercss BTOPUYHOMY
yTOMIIEeHuIo (puc. 8) Jaxke Mpy YCIIOBHUH, YTO B 3TOH 00-
JIACTH SKTOAEPMANIbHBIE KIIETKH COXPAHSIOT KOHTAKT C
MEPUCAPKOM CaMoOe TPOAOIIKUTENBHOE BpeMsl. IJTO
MOXKHO paccMaTpHBaTh Kak €le OffHO CBUJIETEIHCTBO
MIPOCTPAHCTBEHHON PETyNISIUM BTOPHYHOTO YTOJIIIE-
HUA IIlepHcapka.

LlenTpanbHbIil 3a4aTOK B TeUeHHE MITON (pa3zbl
popMupoBaHusl MEXOY3IU U HAaUYMHAET HOBBIA
LUKJ Pa3BUTUS OYEPEOHOTO MEXA0y3aus mnoobera,
WM OCTAHABJIMBAETCS B CBOEM PA3BUTHUU Ha CTAJUU
cna0o BbIpaXeHHOI noaycgepsrl. B ciyyae ocraHOB-
KU pocTa nodera HeHTPaNbHbIA 3a4aTOK BCErja Xa-
paKTepU3yeTcsl TAKUM COCTOSTHUEM, TPOMEKYTOUHBIE
BapUaHThI B HOpME He HaOIIOIatoTCsl. DTO CBUJIETENb-
CTBYET B O3y TOTO, YTO IUKJI (POPMHUPOBAHUS MEK-
moy3mnus modera y D. pumila HaunHaeTCs v 3aKaHIABA-
€TCcd UMEHHO CTajireil cinabo BbIPAKEHHON BBIYKJIIO-
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CTH Ha aNUKAJbHOM KOHIE OCH Io0Oera Mexuy
JUCTAJIBLHON apoi TUAPOTEK.

OrmnucaHHasi TOCIEAOBAaTENLHOCTD MPOIIECCOB, MPO-
WCXOAIINX B BEPXYIIKe pocte D. pumila npu ee ogHO-
BPEMEHHOM pa3fieJIecHuM Ha TpH 3a4aTKa, MO3BOJISICT
OO'BSICHUTH OCOOEHHOCTH CTPOCHHMST MEXKIOY3IIHS Y IaH-
Horo Bupa. KpoMe Toro, ommcaHHbII MEXaHU3M pac-
YIEHEHUs ETUHOT0 MyJIbCUPYIOIIETro 3a4aTKa (BepXyl-
KM POCTa) Ha HECKOJBKO MapaJiielbHO pa3BUBAIOIIHX-
cd 3a4aTKOB CO3[ae€T OCHOBY [ OOBSICHEHUS
MOpP(OJIOTHYECKOr0 pa3HoO0pa3nsl TEKaTHBIX THPO-
upaHbIX. CTeneHb CpacTanus THAPOTEK CO CTBOJIOM HITI
“norpy:kenue” (Haymos, 1960) ux B cTBOM nmobera, OT-
KJIOHEHHE YCThsI THIPOTEKU OT OCH CTBOJIA, B3aUMHOE
pacronosKeHne TUPOTeK 1 OOKOBBIX BEeTBEH MOOEroB
MOXKET OBbITh OO'BSICHEHO HA OCHOBE BapbUPOBAHUS HE-
CKOJIbKIMM OCHOBHBIMH ‘‘TIEPEMEHHBIMU, UTPAOLIH-
MU KIIFOYEBYHO poib B (hopMooOpazoBanun. imu mMo-
TyT OBbITh: 1) OTHOCHTENIEHOE BpEMS OITpEieNIeHus rpa-
HUIl U CyAbObI 3a4aTKOB; 2) CKOPOCThb BBIICNIECHUS U
3aTBEpEBaHUsl Teprcapka OTHOCHTEIHLHO CKOpPOCTHU
pocTa BepXyILIKY; 3) Bpems Iepexofa 3a4aTKOB M-
PaHTOB K OKOHYATEIBbHOH UX AudepeHIpOBKe OT-
HOCHTEJILHO BPEMEHH IOJIHOTO 000COOJIEHHUS 3a4aTKa
OT BEpXyLIKM POCTa OcH cTBOja nobera. Kpome toro,
OJTHAM U3 BaXKHEWIINX MEXaHW3MOB, YYaCTBYIOIUX B
¢popMooOpa3oBaHNN y TEKATHBIX TUAPOUTHBIX, SIBIIS-
eTCsl IPOCTPAHCTBEHHAs! PETyJsALUs BbIEJICHUS U 3a-
TBEpACBaHUs Iepucapka. JTH OCHOBHbIE NapaMeTphbl
MO3BOJISIIOT OOBSICHATH OOJIBIIIMHCTBO U3BECTHBIX MOP-
(ponormueckux TUMOB CTPOEHUSI TOOETOB, N0 KpaiHe
Mepe, B mpefenax ceM. Sertulariidae, mpencraBuTeneM
KOToporo siBngercs D. pumila.
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Morphogenesis in Colonial Hydroids: Pulsating Rudiment Splitting

I. A. Kosevich and A. E. Fedosov

Moscow State University, Moscow, 119992 Russia
e-mail: ikos@mail.ru

Abstract—Two spatially separated processes underlie the growth and morphogenesis in hydroids (Cnidaria,
Hydroidomedusa): (1) growth pulsations of the terminal growing tips and (2) cell proliferation and migration
in more proximal parts of the colony soft tissues. Growing tips are morphogenetic elements of the colony that
provide for the colony elongation and morphogenesis. In thecate hydroids (subclass Leptomedusae) with highly
integrated colonies and monopodial shoot growth, the initiation of the lateral branches and hydranth rudiments
looks like a periodic splitting of the growing tip into two or more rudiments. Published descriptions and pro-
posed models of this process assume that the splitting results from the formation of the furrows running into
the tip from its apical surface. In this study on a Sertulariidae species, we demonstrate that the visible process
of the tip splitting into several rudiments begins in its proximal part. At the same time, the inner ridges are ini-
tiated at the skeleton lateral surfaces surrounding the growing tip. These ridges develop and grow along the
proximodistal axis. Eventually, the opposite ridges fuse, which splits the tip into several rudiments. We propose
that the tip splitting into several rudiments is impossible without the spatial regulation of the outer skeleton for-
mation. This process explains many species-specific properties of the shoot spatial organization in thecate hy-
droids such as the partial or complete fusion of the zooid skeleton with the shoot stem skeleton, deflection of
the distal parts of the zooid skeleton from the shoot stem axis, etc. The revealed mechanisms considerably sup-
plements and corrects the models describing morphogenesis in colonial hydroids.

Key words: colonial hydroids, morphogenesis, rudiment splitting, branching, skeleton formation.
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