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Bsenenue

DOMOpPHOHBI KUBOTHBIX CO CHHpaIbHBIM JpoOiieHHeM (00beIuHsSEeMBbIX B Tpymmy Spiralia) —
MHOrooOemaromas MoAeab A MCCIeIOBaHUSA CUTHAJIBHBIX KAaCKaJOB B MOP(OTeHEeTHUECKUX
nporeccax. B akcnmepuMeHTax IO YAAlNeHMIO M Iepecajke 0JIacTOMEpOB ObUIO IOKa3aHO
CYLIECTBOBaHME MHIYKTHBHBIX B3aUMOJCHCTBUI B 3apoJbllIax MOJUIFOCKOB U aHHEIH]I, OAHAKO
ee MOJIEKYJIsIpHasl NpUpoja 0 MOCIEIHEr0 BPEMEHM OcTaBajach 3arajikoi. [lepBele naHHBIE O
OyTSX MEXKKICTOYHOM KOMMYHHMKAlMM B paHHEM pa3BUTHM Spiralia ObUTM MOMy4YeHBI Ha
MOJUIIOCKAX U MOKAa3aJId CYLIECTBOBAHHE B 3apOJblIlle SMOPHOHAIBHOIO OpraHu3aTopa — KIETKH
3D. UccnenoBaHus MOJEKYJISPHBIX OCHOB €ro ompeeneHuss U (pyHKIMOHUPOBAHMS BBIIBUIIN
KJIFOYEBOIO YYaCTHUKA WHAYKIMOHHBIX COOBITUH — MAP-KHMHaA3HBIM CUTHAJIBHBIM Kackas,
OTBEYAIOIIMI 3a YCTAaHOBIICHHME OSMOPHUOHAJIBHBIX OCEH ¥ WHIYKIHIO JIMYHHOYHBIX U
Ne(QUHUTUBHBIX CTPYKTYp B 3MOpHMOHAX MHOruX BUA0B. OJHAKO JanbHEHIINE HCCIeI0BaHUS
IPOIEMOHCTPUPOBAIM CYLIECTBEHHYIO BapuabenbHOCTh ydyacTuss MAP-kuHa3HOro kackajga B
pasButuu Spiralia. OTHOCHTENILHO K€ Pa3BUTHS aHHENU ObUT MPOJESMOHCTPUPOBAH IUPOKHIA
CHEKTp KJIETOK, BBIIOJHSIIOMIMX (DYHKLHIO OpraHu3aropa B 3apojbllle, HE COIIACYIOUIMICS C
KOHCEpBAaTUBHOM poisibto 3D B pa3Butun MOJUIOCKOB. Posnb MAP-KMHA3HOTO CHrHajIbHOIO
Kackaja, U3y4eHHass Ha HeOOJIBIIOM YHCIe MpeJCTaBUTENed aHHENIH], TaKKe He MOXKET ObITh
cBelleHa K oOmeMmy cpeau Spiralia koHceHcycy. V3yueHHMe OpraHM3YIOIIHMX COOBITHH Yy
3apojbllleld  MOJIMXET, TakuM 00pa3oM, TMpEACTaBIsSE€T OCOOCHHBIH HHTEpEC BBUIY

MAJIOU3YYCHHOCTHU 3TOT'O BOIIPOCA U €T0 BAXKHOCTH JJIA 5BOJIIOLIMOHHBIX HOCTpOCHI/II\/JI.

Heapr paborbl: BeisiButh ydactue MAP-KMHA3HOTO CHUTHAJBHOTO IMYTHM B paHHEM

IMOPHOHAIBEHOM Pa3BUTHHU HepenHoM momuxetsl Alitta virens.
3agaun:

1. BouButh y 3apossiiieii A. virens aktusHyio Gpopmy MAP-kunaser Erk1/2 u onpenenuts

ec BHYTPUKIICTOUYHYIO JIOKAJIU3AIUIO.

2. Tlpoananu3upoBaTh NPUYPOUYEHHOCTh aKTUBHOCTH MAP-KHHA3HOTO CUTHAIBHOTO MYTH K

OHpCI[CJ]éHHBIM JIUHHUAM KJICTOK.

3. Omnpenenuts BpeMeHHOHN nepuoj aktuBHOcTH MAPK 1711 aHanu3a BO3MOXKHOW CBSI3H €

MMPpOUCXOAAIINMU MOp(I)OFeHCTI/I‘{CCKI/IMI/I COOBITHSIMH.

4. BoiBUTH 0OIIME M YacTHBIE 3aKOHOMEPHOCTH ydacTtusi MAP-KMHA3HOTO CHTHAJIBHOTO

Kackaza B pasButuu Spiralia m y A. virens.



O030p auTEpaTYpHI

CnupanbHoe ApoOJieHne

Oco0eHHOCTH CTTHPATIBHOTO POOIECHUS, HOMEHKJIATYpa U T€HEalorus KJICTOYHBIX JTUHUN

Jis criipaibHOTO IPOOJICHHUS XapaKTepHO CTEPEOTUITHOE PACTIONOKEHUE KIETOK. B pe3ynbrare
JEJIeHUH C 4YepeAyloUIMMHUCS KOCO HamlpaBlIeHHbIMU O0po3faMu JIpoOJieHUsT MPOUCXOIUT
OTJIEJICHHE OT KPYIHBIX >KEITOK-COAEpkAIIUX KJIETOK (MakpoMepoB) OoJjiee MENKHX KIIETOK
(MUKpOMEpOB), TaKUM 00pa3oM, YTO MOTOMCTBO KaXKJIOTO M3 YETBHIPEX MAKPOMEPOB 3aHHMAET

onpeAenEHHY0 00JIacTh 3apojbiiia (KBaJIpaHT).

[lepBoie nBa mnMKIAa ApOOJEHHS TMPOUCXOMAT BIOJIb AaHUMAJbHO-BEr€TaTHBHOH  OCH
OTIJIOJJOTBOPEHHOM SHIEKIICTKH ¥ TPUBOIAT K (POPMHUPOBAHUIO YETHIPEX KIETOK-POIOHAYATBLHHIL
KBaJpaHTOB. OTH KBajpaHThl oOo3Hauvarorcss A, B, C m D COOTBETCTBEHHO, COIJIACHO
npeioskeHHor JaBuHoM KonkimuabeiM HoMeHkinatype (Conklin, 1897). V 3aponbimeit MEOTHX
Spiralia mepBbie neneHus APOOJCHUS CUMMETPUYHBI M TMOPOXKAAIOT TPUMEPHO pPABHBIC IO
pasmepy KJIeTKH. B Ipyrux e ciydasx MpOUCXOIAT aCCHMETPUYHBIE JICTICHHUS, U, KaK MPaBHUIIO,
OJIMH M3 MaKpoMepoB (pOJIOHAYaNbHHUK KBajpaHTa D) 3HauMTENTHHO MPEBOCXOIUT MO pazMepy
octaibHble. B 000uX ciydasx KaxAbld U3 YETHIPEX MaKpOMEpPOB B MOCIEAYIONUX ITHKIAX
NpOOJIeHNs OTAETSIeT K aHUMAbHOMY TIOJIOCY OTHOCHTEIHHO HEOOJBIIYIO JOYEPHIOK KIIETKY
(Muxpomep). Beperéna nenenuit ApoOaeHus IpyU 3TOM UMEIOT HAKJIOH 0K0JIo 30° OTHOCUTENBHO
AHUMAJIbHO-BET€TaTUBHOM OCH, CMEHSIOIIMICA B CHEAYIONIEM [HUKIe JpOoOJeHHus Ha

HpOTHBOHOJ’IO)KHBIfI.

B HekoTophIx ciy4asx (OCOOEHHO 3TO XapaKTEepHO JUIs APOOSIIMXCS 3apoJblIeh
HEMEPTHH) MHUKPOMEPHI TMPEBBIIIAIOT MO0 pa3Mepy MakpoMmepbl. B HOMEHKIIaType MakpoMepbl
o0o3HavaroTcst 3arnaBHbiMu OykBamu (1A, 1B, 1C, 1D), a uX NOTOMKHU-MHUKpOMEpHI —
nporucabivu (13, 1b, 1c, 1d). Ludpoii mepex OykBoit 0003HauaeTcss MOPSIKOBBIA HOMEp
«CTIUPATBHOTO» JIeNIEHHs IpOOJIeHHs], B X0Jie KOTOpOoro obpazoBanach kierka. OObIUHO B X0J€
npoOseHus o0pa3yloTcs YeThIpe MOKOJEHHS MHUKPOMEPOB, XOTS y HEKOTOPBIX BHIOB MOKHO
HaOmromate W mATOe. Pasymeercs, caMH MHKPOMEpBHI TakKe MPETEPIeBAOT ITHKINYHbIC
IpOOJICHHs, TAaK)Ke OTACNSIsI JOYepHUE KIETKH C COXpaHEHHEM CHMMETpWH 3aponbima. [Ipu
NOCTPOCHUM T€HEAJIOTHH JIOUEPHAA KJIETKa, OTIENSAIONIAsCcs MO HAMpPaBICHUIO K aHUMAJIbHOMY
TOJIOCY, TIONydaeT HH/IeKC ', a Golee BereTaTHBHas — 0°. B HEKOTOPEIH MOMEHT CIHpAIIbHBII

PUCYHOK JApoOJeHHs 3apojbllla HApYyIIAETCs MPOSBICHUSAMH OujaTepanbHOW cUMMeTpuu. B



OOJNBIIMHCTBE CIlyyaeB IEpBble TNPU3HAKM TOSABJICHUSA  OWJIaTepabHOW  CHUMMETPUU
JEMOHCTPUPYIOT KJIEeTKHU KBajgpanTta D. Tak 3T0 mpoucxoaut B rpynmnax aHHEIUA U MOJUIIOCKOB,
JIEMOHCTPUPYIOUIMX KaHOHHYECKHH PUCYHOK CIUPAIBHOTO ApoOsieHHs. B pesynbprare meneHus
MuKpomepa 4d o0pa3yroTcs JBe KICTKU-NPEIICCTBEHHUKA ME30ACpMbl (MM ME33HTOACPMBI),
ob6o3nauaembie MR 1 ML (Me300acT neBblii 1 Me3001acT MpaBblii). DTH KIETKH JAIOT HA4aio
OnylaTepaJIbHO CUMMETPUYHBIM IOJIOCKAM ME30J€PMAJIbHBIX (ME33HTOAEPMAIbHBIX) KIIETOK Y
3apoJbIlIell MOJUTIOCKOB W aHHENUA. Takke MOTyT paHO JIEMOHCTPUPOBATH OMIIATEPaIbHO
CHMMETPHYHBII MaTTepH apoGenus kietkn 2d (comaroGmact) u, B caydae mommockos, 1d'%

(Dohle, 1999).

[locne BbImENEHUS KIETOYHBIX JIMHUK TPOUCXOAUT TacTPYyIsiiusg — MOP(OTreHEeTHYESCKHMA
IIPOLECC, B XOJ€ KOTOPOrO KIETKM INMEPEMEIAIOTCsA, TaK YTO IPOCTPAHCTBEHHO Pa3lEsOTCs
3a4aTKy 3apoJbllla — 3KTOAEPMa, Me30JepMa U SHTOAepMa.

Mukpomep Maxkpomep

KBagpaHT \ 1b1 ¢ %

(1al}]d’

8 knetok
4 KneTKkm 4
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Pucynox 1: I'omoxsadpanmoe cnupanvroe opoonenue. I1o Henry, 2014,

['eTepo-u rOMOKBaJpaHTHOE CIMPAIBHOE IpOOIeHUE

Crienudukanys KJIETOYHBIX JUHUHA B CTPOTrO ONpeNeEHHBIX O0JIACTSAX 3apOJbIIIa MPOUCXOAUT
Onmarosapsi HamIpaBICHHOM cerperamMy IUTOIUIA3MaTHUECKUX (PaKTOpOB siIla B mpoliecce
npobnenus. OJHaKoO, KOJIMYECTBO 3aMac€HHbIX MAaTepUHCKUX MPOJYKTOB U  CTENEHb
3aBHCHUMOCTH OT HUX 3apO/Iblllia B PA3BUTUU MOXKET CUIILHO BapbUPOBaTh. MOXKHO BBIJEIUTH JBE
CTpaTEeTUH PA3BUTHUSA CIHPAIBHO JPOOSIIUXCS KUBOTHBIX MO CTENEHH INEPEeHECEHUs PaHHEro
pa3BUTHS NIOJI KOHTPOJIb 3alIaCEHHBIX MAaTEPUHCKHUX MOJIEKYIL.

[lepBast U3 HUX UMEHYETCS 2OMOKAOPAHMHbBIM CIIUPATBHBIM JpOOJIeHHEM, T'/ie TIepBble 2 IUKIa
npobiieHus paBHOLIEHHBL. OOpasyroluecss KBaJIpaHThl MOYTH HEPa3IMYMMbl HAa HayallbHbIX
cTaausax ApoOJeHus], Tak Kak B paBHOM Mepe o0ecrieueHbl 3allacéHHBIMU B siiille pakTopamMu.
Bropas umeer Ha3zBaHME cemepokeadpanmHo2o CHUPAIBHOrO ApobieHus. B atom ciydae, B

pe3yabTaTe U3MEHEHHUH MOJ0XKEHUN BEPETEH IPOOICHHS IPOUCXOJUT CETrperalus MaTepUHCKUX



JETePMUHAHT M TMUTATEIbHBIX BEUIECTB. JlJIs MOJUTIOCKOB M aHHENUJ XapakTepHO, 4YTO
makpomepel C u D mpeBpimaror 006éM A u B, u, Gonmee toro, makpomep D, Hecymwuit
JNETEPMUHAHTHI JUIsl Pa3BUTHS ME3DHTOJEPMBI, MOXET IPEBHIATh CECTPUHCKHE KIIETKH I10

00BEMY B HECKOJIBKO pa3s.
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Pucynok 2. I'omoxeadpanmmnoe (a) u cemepoksadopanmnoe (b) cnupanvnoe opoonenue. Ilo Martindale,
1985.

JleTepMUHUPOBAHHOCTH U PETYJIISALNS B CHUPATBLHOM JPOOJICHUU.

[TonsipHast JionacTe M €€ posib B Pa3BUTUH 110 TETEPOKBAAPAHTHHIOMY THUITY

KonnuectBo OUTOIlIIIa3MBbI, HaCJ'IeI[yeMOI\/'I MaKpOMEpOM D, HHOraa ObIBAaE€T HACTOJIBKO BCJIHKO,
qToO, A COXpaHCHHA CHHXPOHHOCTU L[pO6J'IeHI/I}I U KOHTpPOJA HAA pPaclpeaciICHUEM
ACTCPMUHAHT, Y psaJa MOJUIFOCKOB W AHHCINUI BI)Ipa6OTaJ'IC$I MCXaHU3M BBIACIICHUSA e€ B
OTJICJ'II)HI)II\/'I KOMITapTMCHT. 9T10T KOMITAPTMCHT  HA3bIBACTCA nOﬂ}lpHOﬁ aonacmoeio H
MMpEaACTaBJIACT cO0OOM BBINITYNBAHUE YACTH KIJICTKH, B TOU MJIM MHOM CTEIICHU HU30JIMPOBAHHOC OT
TOU O6J'IaCTI/I, TAC 3aKJIaJbIBACTCAd BCPETCHO JCJICHUA. HOJ’IﬂpHaH JIOIIACTh 3aKjIaAbIBACTCA B
MEPBOM, WJIM B HECKOJBKUX MEPBbIX LHKIJIAX ApoOieHus. M0XXKHO IPOBECTH YCIOBHOE JIEJIEHUE
MOJIIPHBIX JIOTIACTeN Y U3yYEHHBIX MpeAcTaBUTeNe Ha JiBa Kiacca. MHorue Bubl GOpMHUPYIOT
3HAUUTENBHOTO pa3Mepa MOJIIPHBIC JIONACTH, cocTaBistonme 25-33% o0béma SUIEKIeTKH, KakK,
Hanpumep, 3apoabimi |lyanassaobsoleta (Clement, 1952), Sabellaria cementarum (Hatt, 1932;
Novikoff, 1938; Render, 1983); Mytilus edulus (Rattenbury and Berg, 1954); Dentalium dentale
(Van Dongen, 1976 a,b). V 3apoxpimieii Apyrux BHIOB TOJSIPHBIC JIONACTH MaJeHbKHUE,
coaepxamie okojio 1% or 00béMa HHUTOIIA3MBl SUIEKICTKH, KaK HampUMep, MOJUIIOCKU

Bithynia tentaculata (Cather and Verdonk, 1974; Cather et al., 1976) u Crepidula fornicata



(Dohmen and Lok, 1975; Dohmen and van der Mey, 1977), momuxersi Chaetopterus
variopedatus (Henry, 1986) u Autolytus fasciatis (Allen, 1964), a taxxe BecTUMEHTH(EPHI

Lamellibrachia u Escarpia (Young et al., 1996).

BeolsicHeHue posu MosisipHOM JIoNacTH B pa3BUTUU 3MOPHOHA, IIPOBEIEHHOE MYTEM €€ yaalleHus,
MOKA3aJI0, 94TO €€ OTCYTCTBUE BBHI3BIBACT TSDKENBIC Me(EKThI pa3BUTHS. Tak, COTNIACHO JaHHBIM
Knemenrta (Clement, 1952), ymanenue mojspHoii jomactu y mosurrocka llyanassa obsoleta
HapyIlIaeT MaTTepH pa3BUTHs KBajpaHTa D u B manpHeiieM npuBoauT K GOpMUPOBAHHUIO CI1a00
0(OPMIICHHOH JIMYUHKHU, HECYIICH MHOKECTBO JUTMHHBIX PECHUYEK, UMEIOIIEH YHTOAepMaTbHbIC
¥ TIUTMEHTHBIC KJICTKH, HO HE OOHApYKMBAIOIICH HAJIW4YWs PAKOBUHBI, HOTH, TJla3 W CEep.Ia.
Takxe B 3apojblllie MPUCYTCTBOBAIO HEKOTOPOE KOJIUYECTBO ME30J€PMAILHBIX MPOU3BOJIHBIX,
OJIHAaKO BCce MOTOMKH 4d (hOpMHUPOBAIIK SHTOCPMY. ABTOP OTMEYAET, YTO yAaacHue Kietku 4D,
HacIeyroIei OOJBIIYIO YacTh COAEPKUMOTO TOJISIPHOM JIOMACTH, HE MIPUBOAMIIO K CEPhEIHBIM
nedexkraMm. Takum o0Opa3om, aBTOp JeNaeT BBIBOJ, YTO JIETEPMHHAHTHI TOJSPHOU JIOMACTH
BaXXHBI JIJIs1 YCTAHOBJICHUSI CYI0bI KBAJAPAHTOB U (PyHKUIHMOHUpOBaHUs Me3o0actos (Crampton,
1896; Clement, 1952). TlomoOHble maHHBIC OBLTH TONYYCHBI M Ha APYTUX MPEICTaBUTEISIX
Spiralia — mommiockax Dentalium (Wilson, 1904) Ilyanassa, Urosalpinx u Anachis (Crampton
and Wilson. 1895), nonmxere Sabellaria (Hatt, 1932; Novikoff, 1938) u npyrux (Clement 1952;
van Dongen and Geilenkirchen 1975; van Dongen 1976a, b). HMcciaemoBatenu oTMedaiu, 4to y
paananM30BaHHON B pe3yNbTaTe yJaJeHUs MOJSIPHON JIONACTH JTUYUHKUA BCE KBAJAPAHTHI UMEIOT

XapaKTepUCTUKU BEHTPAIbHBIX (T.€. KBaAPaHTOB B).

HuTepecHo, 4TO XOTA aMITyTalus cocTaBisomei MmeHee 1% oT 00béMa siilia moaspHON JOMacTH
y Bithynia npuBoanio k yxe 3HaKOMOMY pe3yibTaTy (OTCYTCTBHE OWIIaTepalibHON CUMMETPUH,
Me30/IepMalIbHBIX TOJIOCOK, a3, pakoBuHbl U np.) (Cather and Verdonk, 1974), nexoropsie
npyrue OoOBEeKTHI, Takxke (OpMHpYIOLIHe HeOONbIINe TMOJIAPHbIE JONAcTH, IOKa3bIBAIH
3HAUYMTEILHO MEHBIINE OTKJIOHEHHs oT HopMbl. Tak, y Chaetopterus variopedatus ynanenue
HOJISIPHO# JIOTIACTH CKa3bIBAIOCH TOJIBKO Ha pa3Butuu dotoruros (Henry, 1986), a Ha pa3sutuun
Crepidula fornicata ono e cka3siBajgocs BoBce. OiHaKO, B MOCIEIHEM CiTydae ObUIO MOKa3aHo,
4To ynaneHue KieTku 4d Benér k 00pa3oBaHUIO paMaibHO CHMMETPUYHOM, 1€30pTaHN30BaHHOM

anansku (Henry et al., 2006).

Ot JaHHBIC TIPHUBCIIN I/ICCHe}IOBaTeJ'IeI\/’I K BBIBOJY, 4YTO JCTCPMHUHAHTBI, KPUTUYCCKH

HCO6XOI{I/IMBIC IJId pa3BUTHA, HACICAYHOTCA KBaAPaHTOM D u sBaswoTcs HCO6XO,Z[I/IMBIM



yCIOBHEM €ro (OpPMHPOBAHHUS, a TaKXKE OKA3bIBAIOT BIIMSHUE HA MPOU3BOJAHBIC JPYTUX

KBaJIpaHTOB.

Jynnukanus — TYJOBHUIIHBIX — CTPYKTYpP KaK  JIEMOHCTpauusT  WHIYKIIMOHHBIX
B3aMMOJICUCTBUM

Emé omHuM CBHAETENBCTBOM B II0Jb3Yy HAJIMYUA B SUUE CIUPATIUN JOPCAIU3YIOIIMX
JNEeTEePMHUHAHT, M, OJHOBPEMEHHO C TEeM, HEONPOBEP)KUMBIM JIOKA3aTEILCTBOM CIIOCOOHOCTH
SMOpHOHA CNIUPATILHO APOOSIIErocs )KUBOTHOTO K PEeryisiliuy, CTajla Cepusl SKCIIEPUMEHTOB IO

BKCHepHMCHTaﬂbHOﬁ HUHAYKIUH CABOCHHBIX 3ap0I[BII.HeI>i.

B 1930 rogy Anbbeptr Taitnep omyOnMKOBall CTaTbi0 O TMOJYYEHHHM CABOCHHBIX 3MOPHOHOB
BO3/JICICTBHEM Ha OIUIOJOTBOPEHHBIC siila (akTopamu, BBI3BIBAIONIMMU PAaBHOMEPHOE
pacrpenenenne IMUTOIIa3MaTHYeCKHX JETEPMUHAHT B CECTPUHCKHE OJIacTOMEpHI. YABOCHHE
Habmonanock s nosiuxer Chaetopterus u Nereis u nByctBopuaroro moyutrocka Cumingia npu
BO3JCHCTBUM Ha SHIO JaBlIeHUEM, [EHTPUPYTUPOBAHUEM, MOBBIIICHHOW M TOHUXEHHOMN
TeMIeparypoi u Hempocratkom kuciaopoza (Tyler, 1930).

O crnocobHOCTH 3apoapliia cnupanii (OPMUPOBATH JOMOJHUTEIHHYI0 SMOPHOHAIIBHYIO OCh B

pe3yibTaTe YCTAHOBJICHUA ABYX AOPCAJIBHBIX KBAAPAHTOB COO6H_IaJ'II/I " 3KCIICPUMCHTBI APYIrux

yuénnix (Guerrier et al., 1978; Henry and Martindale, 1987; Render, 1989).

[Togpo6HO »TOT »HddexT Obul ucciaenoBan B gaboparopuu A. Dumepa Ha TpUMEpPE
HCKYCCTBEHHOTO HapYIICHUS pachpejeeHus JeTepMUHAHT B apodsimiemcs sine Platynereis
dumerelii (Dorresteijn et al., 1987). HccnemnoBaTenu UCIONB30BaIM B ONbITE MUTOXalasuH b -
WHTHOUTOpP aKTUHOBBIX (PUIAMEHTOB, MPEMSATCTBYIOIIUNA 00pa30BaHUIO B JENAIICHCS KIETKe
COKPATUMOTO KOJIbIIA, i TEM CaMbIM, Pa3JICJICHHIO [IATOILIa3MBI.

[Tpu oOpaboTke mUTOXaMa3uHOM b 3apojpIia MOJUXEThl OBLIO OTMEYCHO HAIMYUE «CUETUHKA
JENIeHU»: TMpU CHATUU dPdeKTa MHrUOUTOpa 3apOoAbIIl APOOUIICS Tak, OyATO TpEeabIayIiee
JeleHne ApoOneHus 3akoH4YMioch ycmemHo. [Ipu  3ToM  japoOneHwe MpOXOauiIo B
MEPHIMOHAILHOW TUIOCKOCTH W MPUBOAWIO K (DOPMHUPOBAHHIO JBYX MPHUOJIM3UTEIHLHO PABHBIX
1o 00bEMy OstactomepoB. [lpu KyTbTUBUPOBAHNUN TAaKUX 3apoOJiblliei OObIas YacTh 3aBepliaja
pPa3BUTHE B COCTOSIHUM «BEUHOUM OJacTynbl» 0€3 ClIeIOB KaKUX-TH0O0 SMOPHOHAIBHBIX OCEH,
OJIHAKO, PAa3BUTHE HEKOTOPBIX 3apOJBIIIEH MPOAOIKAIOCH M MPUBOAMIO K (HOPMHPOBAHUIO
JKUBOTHBIX C YJIBOCHHBIMHU TYJIOBUIIHBIMU CTpyKTypamu. [Ipu wmccnemoBaHuu mMophoiioruu

TaKUX XMBOTHBIX Y HHUX OBLIO 06H3py>K€HO JABC HCPBHBIC HCIIOYKKW M YABOCHHOC KOJIHMYECTBO
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CBSI3aHHBIX C HEHW ME30JiepMalIbHBIX CTPYKTYP, a TAK)KE NYIUIMKALMA aparnoAnii. DTH KUBOTHbIE
HUMCJIM B TYJIOBUIIHOM OTHACJIC ABC NOPCAJIBHBIC U JIBC BCHTPAJIbHBIC CTOPOHBI, PACIIOJIOKCHHBIC
JPYT OTHOCUTEIILHO Jpyra 1o yriioM B 90 rpamycos.

ABTopamu OBUT CcHeTaH BBIBOJ, 4YTO B pe3yidbTare pPaBHOMEPHOIO pacHpeciICHHS
[IUTOIJIA3MAaTUYECKHUX JIETePMUHAHT Mex 1y Onactomepamu CD u AB npowmsonuio o6pa3oBanue

JIBYX JIOPCOBEHTPAJILHBIX OCEH Tela, NepIeHUKYISIPHBIX npyr apyry (Dorresteijn et al., 1987).

Pucynox 3. Hopmanonsiii 1ogenunvuoiti uepss  P.dumerilii (4) u uepev ¢ Oynauyuposannvimu
mynosuwHulMu cmpykmypamu (b), euo csaou, na (A) dopcanvhas cmopona ceepxy, GeHMPANIbHAS —
cnuzy, na (b) oopcanvnas cmopoua ceepxy u cHuzy, éemmpanvhas cmopona ciesa u cnpasda. Ilo

Dorresteijn et al., 1987.

Bce MPUBCACHHBIC TAHHBIC CBUACTCIILCTBYIOT O TOM, YTO IMTPOMU3BOJHBIC TOPCAJILHOI'O KBaJpaHTa
BBIMOJIHSAIOT B 3apOibllIe T'€TEPOKBAJPAHTHO APOOSIIMXCS MOJUIIOCKOB M aHHENIUJ pojib
SMOPHOHAIBHOTO opranuzaTopa. [Ipurom i crnocoOHOCTH K MHAYKTHUBHBIM B3aUMOJIEHCTBHUIM
u crnenuuKaU  JOpCaATbHOM  CynbObl  HEOOXOJUMBI  MATEPUHCKHE  JETEPMHUHAHTHI,
COZIepIKaIllecss B MaTepuaie MOJSPHOM JIOMACTH WM IUToIIa3Me 06ibiiero makpomepa (D),
oOpa3yrolierocss Mpu HEPABHOLICHHOM paCHpeieieHUN IUTOIUIa3Mbl MEXIYy CECTPUHCKUMHU
Makpomepamu. TakuMm o0pazoM, yke Ha CTaJud YETHIPEX OJIACTOMEPOB MOXKHO TOBOPHUTH 00
ompeneNeHu! Cyned KBaapaHTOB W HAIMYMH SMOPHOHAIBHBIX OCEH Yy 3THX MpEICTaBHTENEH

CIIUPATBHO JIPOOSIINXCS KUBOTHBIX.

CrocoOHOCTH M30JIMPOBAHHBIX OJIACTOMEPOB PA3IMYHBIX JIMHUH K aBTOHOMHOMY
Pa3BUTHIO Y 0OBEKTOB C T€TEPOKBAPAHTHBIM CIIUPATBHBIM JIPOOICHUEM

I[aHHBIe 0 CHOCOOHOCTSIX HU30JIMPOBAHHBIX 6J'IaCTOMepOB K HC3aBUCUMOMY PpPa3BUTHIO

IIPEIOCTABIISAET HaM CTaBIIas KJIAcCUYeCKUM npumepoMm cratbs Kpammnrona (Crampton, 1896),
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rJle OHO MCCJIEIOBAIOCh HA MPHMEpe T'eTepOKBaIPaHTHO Ipolsimmxcs MoiutrockoB llyanassa,

Urosalpinx u Anachis.

bbu10 moka3zaHo, YTO M30JIMPOBAHHbBIE OJACTOMEpHI, PAa3BUBAIOIIMECS B SKCIIEPUMEHTAIBHBIX
YCIOBHAX, O0Opa3yloT Te e 4YacTH 3apojpllla, YTO U B HOPME, BOCIOJHEHHUS YTPayeHHBIX

CTPYKTYp HE MPOUCXOIMUT.

bnactromepsl, HM30IUPOBAaHHBIE HA JBYXKJIETOYHOM CTaJAWM, [AAlOT 3apOJIBIII, CXOJHBIH C
COOTBETCTBYIOILIEH TMOJIOBUHOM HOpManbHOro. B mpousBoanbix Omactomepa CD  moxHO
HaOJr01aTh 00pa30BaHUE KPYIMHOHW KJIETKH, coorBercTByromier 4d. OgHako HE MPOMCXOIUT
YCTAHOBJICHHA KJICTOYHBIX KOHTAKTOB W TaCTPYJIAIMOHHBIX IIBI/I)I(CHI/Iﬁ, n BCKOPC KIICTKH

ACBUHTCTPUPYIOTCS U IOruoaroT.

BakHO OTMETHTh, YTO NPOU3BOJHBIC KBajJpaHTa AB MOKa3plBAlOT TroOpa3[o JIydllee
COOTBETCTBUE CBOMM aHAJIOraM B HOpMallbHOM 3aposiiie, yeM CD. V3onupoBaHHblil 61acTomep
AB crioco6en chopmupoBath Bee (YHKIIMOHATBHBIC MPOU3BOIHBIC STUX KBAJIPAHTOB, BKIIFOYAs
ObIOIIMECs] PECHWYKH, TOTJa Kak MoNydeHHbIH u3 OmacromepoB CD 3apoxapim MmeHee

OpraHnu30BaH, HC crocoOeH C(I)OpMI/IpOBaTB PECHUYKH, a TAKIKC ME30ACPMAJIbHBIC ITOJIOCKHU.

W3onupoBaHHble Ha cTaauu 8§ OJACTOMEPOB MHMKPOMEPHI MEPBOrO KBaJpaHTa CIOCOOHBI
IIPOXOJUTh JEJIEHUS COINIaCHO MX HOPMAIBHOMY COCTOsIHMIO. OpHaKo, MakpOMEpBHI,
U30JIMPOBAaHHbIE Ha COOTBETCTBYIOLIEH CTajuu, CIOCOOHOCTH K JajbHEWIIeMy pa3BUTHIO He
MOKa3aju, HO MaKpoMep, OTAEIEHHBIH BMECTE C MUKPOMEPOM, CIIOCOOHBI COPMUPOBATH OJIHY
YeTBEPTYIO YacTh 3apOblllia, TAKXKE KaK M OTJCIEHHBIN Ha CTauU YETHIPEX KIETOK MaKpoMep -

ponoHavanbHUK KBagpanTa (Crampton, 1896).

Otu HabmoeHns1 OB MOATBEPKIEHBI paboTaMKU MHOTHX HCclieioBaTesieil, B ux uucie ['ecca,
OTMETHBIIEr0, YTO Marepuai MOJSIPHOW JOMACTH MHIyHHpyeT (opmupoBanue kietku 4d u
JOpCAJIbHBIX MPHU3HAKOB, OJHAKO, €ro MOTOMKM B YaCTUYHBIX 3apofblllax Jai0T TOJIBKO

9HTOIepMalIbHbIC Tpou3BoIHbIe (Hess, 1956).

Taum o00pazoM, MOXKHO pPE3IOMUPOBATh, YTO KIETKH TEeTePOKBAJPAHTHO JPOOSIIUXCS
IpeJICTaBUTeNIed UMEIOT BBICOKYIO JETEPMHUHHUPOBAHHOCTH Cyned, OAHAKO, g 00pa3oBaHUS
MOJTHOLEHHOHN JIMYMHKU TpeOYyIOTCS B3aUMOJCHCTBUS KJIETOK, B OCOOCHHOCTH KPUTHYHBIE IS
00pa30BaHUsl Me30/IepMAJbHBIX TOJOCOK. JleTepMHHAHTBI, COJAEpKalldecss B IMTOIIa3Me

HOJ'ISIpHOI\/’I Jo1acTHu, o0ecreynBaroT aBTOHOMHOE OMMpEACIICHUEC NOPCAIbHOIO KBaJpaHTa.
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[Ipomecchl peryiasnuy TpH YCTAaHOBIEHHWH KJIETOYHBIX CyIe0 B TOMOKBAJPAHTHO
TPOOSIIIIEMCSI 3apOIBIIIIE

Jlpyrass KapTuHa HaOJIIOJACTCS TPH MHUKPOXHPYPIHUYECKUX OIEPalUsX HaJ 3apOJIbIIIaMu
TOMOKBAJIPAHTHO APOOSIIUXCS HPEACTaBUTENCH. BBIJIO TTOKa3aHO, YTO 3apOJIBIIIH MHOTHX BHJIOB
CIOCOOHBI K YaCTHYHOM PETYIISAIMH, B TOM YHCJIE, YCTAHOBJIEHHIO JOPCAIbHOIO KBaJpaHTa IpH
yIOaJeHUuW KJIETKH-TIpeamecTBeHHnka 3D  Ha cragmsax, NPeauIeCTBYIONMX —OTICICHHUIO
yerBéproro kBaprera mukpomepoB (Van den Biggelaar, 1976; Martindale et al., 1985; Henry,
2002 u apyrue). bonee Toro, npu paszaeneHuu 3apossiinia Mojutrocka Crepidula fornicata (kak
yXKe YIIOMHHAJIOCh, UMEIOIIETO MOJSPHYIO JIONACTh, HO, COTJIACHO HAOJIOJCHUSM aBTOPOB H
9KCIIEPUMEHTAM T10 €€ YAAICHHIO, JIEMOHCTPUPYIOMIETO TOMOKBAIPAHTHBIA THIT PAa3BUTHS) 00€
MIOJIOBMHKHM CITOCOOHBI HEKOTOPOE BpEMsi IMPOIOJDKATH Pa3sBHTHE, CXOAHOE C HOPMAIIbHBIM,
npuuéM B KaXIOW M3 HHX YCTaHABJIMBACTCA KBAJPAHT, JIEMOHCTPUPYIOLMIMHA IPU3HAKH

nopcansHocTH (Henry and Perry, 2008).

Bo3MoxHBIE MEXaHHU3MBI SMOPUOHAIBHON MHIYKIIMH

OKCHEepUMEHTaJbHOE yAAJIeHHEe OJIaCTOMEpPOB B  3apOAbIIIax T[ETEPOKBAIPAHTHO
TPOOAIIUXCS TIPeACTaBUTENEH, POTIb MPOU3BOIHBIX KBapaHTa D

UTtoObI BBISICHUTH POJb KOHKPETHBIX MPOU3BOJHBIX KBagpaHTa D B pasButum, Kiement
npeanpunsul Ha llyanassa cepuro skcmepuMeHTOB Mo 3Kctupnaimu Onactomepos (Clement,
1962). Tak, nuuuMHKa, TMOJIy4eHHAas yMepIIBIeHHeM Onactomepa D Ha 4YeTHIPEXKIETOYHOU
ctaauu (T.e. u3 npousBoaHbXx ABC) pa3zBuBanace 10 cBoOoaHOIIaBaromei craguu. [Ipu aTom
HaOJIOJAIOCh OTCYTCTBHE HOTH, CEpAlla, KHUIIEYHHKA, O(POPMIECHHON paKOBUHBI, U, B
OOJBIIMHCTBE CllydaeB, TJa3. TemMu ke JedeKTaMu XapaKTEePU30BAINCH JIMYUHKUA B
OKCIEPUMEHTE, TJe MaKpoMep VyIasuics Tocjie Tperbero nukiaa apoonenus (ABC+1d).
[TomyueHHBbIe TMOCHE CHEAYIOUIETO IUKIA ApoOneHus yaaneHueM 2D NTUYMHKU TOBTOPSUIA
KapTUHY TPEAbIAYIINX, OJHAKO OBUIM CHOCOOHBI (hOPMHUPOBATH HEMOJHOIEHHYIO PaKOBHHY.
PazuTtenpHO OTIMYANKMCh 3apOABINTH, MOTYyYeHHbIE YHHUTOXKeHneM 3D 1o 3aBepiieHuu maToro
nukna apobnenus (ABC + 1d + 2d + 3d). Muorue u3 stux 3apojbliieil ObUTM CIOCOOHBI
chopMUpOBaTh BENIOM, TJla3a, HOTY W HOPMaJbHYI pakoBUHY. KUIIEUHUK U ceplle,
SIBJISTFOIITAECS] TIPOU3BOTHBIMU ME39HTO0JIaCTa, BO BCEX CIydassX OTCYTCTBOBAIN. ABTOP OTMETHII
TaK)Ke 3HAYUTENBHBIA Pa3Opoc CIOCOOHOCTEH K Pa3BUTHIO CPEIU ATOH Tpynmbl. B pesynbrare

YAAJIICHHUA KIICTKHU 4D B aToM OUKIIC ObBLIH MMOJIYy4CHBI COBCPIICHHO HOPMAJIbHBIC IMUUHKH.
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BbIBOIOM M3 3TOTO HMCCIENOBAHMS CTAJIO CIEAYIONIEE MPEANOJIOKEHUE: IETCPMUHUPYIOIEEe
BO3/ICHCTBUE MOJSIPHOM JIOMACTH HA MPOU3BOAHBIE KBagpaHnToB ABC mpuxomuTcs Ha mepuon

bopmupoBaHus TpeThero kBaprera mukpomepos. (Clement, 1962).

B3auMoencTBus KIETOK B 3apO/IbIIIE, YCTAHOBJICHUE KOHTAKTOB

[onmanackuit sMOpuonor BaH JeH burremaap B cBoux paboTax ynenwn oco0oe BHUMaHHE
B3aMMOJICHCTBHUIO KJIETOK B 3apOJbIlIaX MOJUTIOCKOB. MM ObLTM MOAPOOHO M3YyUEHBI U OMHUCAHBI
KOHTaKThl 0JJaCTOMEPOB Ha paHHUX CTaausax pa3ButTus. Tak, Ban nen buremaap mumer, uyto B
pa3BUTHHM TOMOKBaJpAaHTHO Apoosieiics Patella akTHBHO TPOMCXOIAT MPOLIECChl YCTaHOBICHHUS
U pa3pbIBa KOHTAKTOB MEXy MaKpOMEpaMu U aHUMaTbHBIMU MUKpoMepamH (van den Biggelaar,
1977).

Ha craguax ¢ 8§ mo 32 GiacToMepoB HM3HAUYAIbHO HEpa3IHMUMMBbIE MEXKIY COOONW MaKpoMephl
KOHTAaKTHUPYIOT BHadaJle ¢ MHUKPOMEpaMH MEPBOTO KBapTETa, 3aT€M C MUKPOMEpPaMU BTOPOTO
KBapTE€Ta M BETETATHUBHO JICKAIMMH MOTOMKAaMHU MHKPOMEpPOB mepBoro kBaprera. [Ipu stom
HakpecT jexanue Makpomepsl (B u D) umeroT Gonbliiee KOTHMYECTBO KIETOYHBIX KOHTAKTOB,
yem cectpunckue kieTku (A u C). K cragun 32x 61acToMepoB aHUMANIBHO JIEXKalue MOTOMKHU
MEepBOTO KBapTE€Ta M MaKpOMEphl BHOBb IMPHUXOMAT B KOHTAKT Ojarojgapsi BpacTaHHIO
MaKpOMEpOB B TOJOCTh OJACTyJbl U BBITSHKEHHUIO MHKPOMEPOB UM HaBcTpedy. Bce derwipe
MakpoMepa BCTYNalOT B KOHTaKT, HO Yepe3 HEKOTOPOE€ BpeMs OCHOBHAas ILJIOIIAJb
B3aMMOJICHCTBHS C MUKPOMEPaMHU MPUXOTUTCS Ha MakpoMmepsl kBaapanToB B u D. IloctenenHo
MO>XHO HaOJII0[aTh, YTO OAMH W3 ATHUX MAKPOMEPOB YXOJWUT BIUIYOb 3apojblilia, a JAPYrou
yCTaHaBIUBAET KOHTAKT C MUKPOMEpPaMHU BCeX YeTHIPEX KBaapaHToB. C 3TOr0O MOMEHTA JTaHHBIN
Makpomep orpenaensercs kak 3D, mocne yero naysa B JpoOIEHUSAX 3aBEPIIACTCS U C OTJEICHUEM
4d wmoxHO HaONIOAATh TepBble NpPHU3HAKK OWIAaTEepalbHOM CHUMMETpPUHU, TOBOpsmue 00
YCTaHOBJICHUH B 3apOJIbIIIE IOPCOBEHTPATBHOM OCH.

DT HaOMIOJEHUs JaJId OCHOBAHHWS ToJiaraTh, 4ro crnerudukamus 3D mpoucxomaut Ha ITOU
CTaJNu M I He€ MMeeT 3HAYCHHE B3aUMOJICHCTBHE MaKPOMEPOB U aHUMAJIbHBIX MHUKPOMEPOB
(van den Biggelaar, 1977).

[Tonobnass xe kaptuHa HaOmromanack BaH Jlen burremaapom um B pasButum Lymnaea, 3a
WCKIIFOYEHHEM TOro, 4To Makpomep 3D sBiseTcs €IWHCTBEHHOW KIJIETKOW, BpacTaromeld B

nosoctk Omactysel (van den Biggelaar, 1976).

HpeI[JIO)KGHHa}I MOZCIIb OHNpCACIICHHUA KBaJApaHTa D B X0A€ aHHUMAaJIbHO-BCI'CTAaTUBHBIX

B3aMMOJICHCTBUI ObUIa MPOTECTUPOBAHA OKCIEPUMEHTAMHM IO YAAJEHUIO OJHOTO HWIIHU
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HECKOJIBKAX MHKPOMEpOB. JIEHCTBHTENLHO, OHM MMOKa3aid, 4To KBaapanT D dopmupyercs
MaKpOMEPOM, UMEIOIIMM HanOOJIbIIee KOJMYECTBO KOHTAKTOB Ha CTaJUH TE€PE.] ISATHIM [UKIOM
napobaenust. Jlaxke B CIydasx, KOraa BO3MOKHO BBIICIUTD MO MOP(HOIOTHUECKAM OCOOECHHOCTSIM
KJIETKy-TipeaniecTBeHnnka 3D, rmocie ymaaeHus NPWISKANMX MHKPOMEPOB  3apOJIBIII
IPETEPIIEBACT PETYJSIIUI0 U JIOPCATbHBIA KBAJPAHT YCTAHABIMBACTCS HAa CTOPOHE JIPYroro
MakpoMepa, HMEIOIIEro HauOOoJbIliee KOJIMYECTBO KOHTAKTOB C OCTaBHIMMECSA. Eciom ke
yIaJsUICS BECh TIEPBBIN KBAIPAHT MUKPOMEPOB, 3aPO/IBIII OCTABAJICS PaJHali30BaHHBIM, BCE €TI0
KBaJJPaHThl JIEMOHCTPHUPOBAIN XapaKTepuCcTHKH BeHTpanbHbix (Arnolds et al., 1983; Martindale

etal., 1985).

JUis  OKOHYAaTENbHOM NPOBEPKU MOAETH, MapTuHAEeHI M KOJUIETM IPOBEIH CEpHUI0
9KCIIEPUMEHTOB, 00pabathiBas 3apozbimm Lymnaea palustris uutoxanasunom b - pearenrom,
yTHETAIOUIMM paboTy LUTOCKENIeTa - Ha CTaguu 24 KIETOK, TakuM 00pa3oM IpeaoTBpallas
koHTakT 3D u aHmManbHBIX MUKpoMepoB. B pesynbrate muddepenmupoBku D-kBampanTa He

Ha0JIF01aJI0Ch, a 3apOIBIIII OCcTaBalCs paauaabHo cuMmMeTpudabiM (Martindale et al., 1985).

PesynbraThl mepeurciaeHHBIX uccnenoBanuii (van den Biggelaar, 1976; van den Biggelaar and
Guerrier 1979; Arnolds et al. 1983, Martindale et al., 1985, Boring, 1986) maroT ocHOBaHWUsI
npejnoararb, 4T0 aHUMabHO-BEr€TaTHBHBIC B3aMMOJEHCTBUS, MPOUCXOISIINE B WHTEPBAJIE
MEXIy (OPMHUPOBAHHEM TPETHETO M YETBEPTOrO KBApTETA MHKPOMEPOB, HEOOXOIUMBI JIJIs
YCTAHOBJICHHSI HOPMAJIbHOW CHMMETPUH B BETreTaJbHOM TMONYIIAPUH JIMYHHKHA —TIPH

TOMOKBA/JIPAaHTHOM CITUPAJIbHOM ,Z[p06J'IeHI/II/I.

Ot JAaHHBIC TAKXKE MOKAa3bIBANOT, YTO IIPU T'OMOKBAJAPAaHTHOM ,Z[pO6J'IeHI/II/I KBaApaHTbBI UMCHOT

PaBHBIC TIOTCHIHWU K Pa3BUTHIO BIJIOTH O OTACJICHHUA TPETHETO KBApPTETAa MHUKPOMCEPOB.
HAYKOUOHHBIC BBaHMOJIGfICTBHﬂ IIPUBOOAIIINEC K YCTAHOBJIICHUIO WICHTUYHOCTHU KBAaAPAHTOB U

Wunyx ) y

(YHKLIIMOHUPOBAHUIO SMOPUOHATIBHOTO OPraHU3aToOpa, MPHUXOJATCS HA MPOMEKYTOK MEXKIY

I-ICTBépTI:IM U IIATBIM ITUKJIOM IlpO6J'I€HI/IH, KOTia 3apOoJAbIl UMECT OKOJIO 32 6HaCTOMCp0B.

DOMOpHOHATBHBIN OPTaHU3ATOP

OMOpUOHANIBHBIN OPraHU3aTOP B 3aPO/bIIIE MOJUIFOCKOB

B pe3ynbraTe BBIIICONHUCAHHBIX AKCIEPUMEHTOB Oblla YCTaHOBJIEHA MCKIIOYUTENbHAs POJb B
pa3BUTHUN MOJUIFOCKOB MakpoMepa 3D, KoTopslii, B CBOIO OUYEPEb, MHAYLIUPYETCS aHUMaIbHBIMU

MHUKpOMEpaMH K TNPUOOPETEHHIO WM TMPOSBICHHUIO oOpraHusymoomeil cnocobHoctu. s
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YTOYHEHHUS IPUPOJIBI ITOTO B3aUMOICHCTBUS OBLTH MPOBEICHBI SKCIICPUMEHTHI C BO3JCHCTBUEM
Ha Pa3BUBAIONIMECS 3apOJbIIa WHTHOUTOPOB OEIKOBOTO TpAaHCIOpPTa, Opedenmuna A u
monensuHa (Gonzales et al., 2007). Dtu BemiecTBa, HapyIIAIOIIME MPOLUECCHHI U CEKPEIUIO
0eJIKOB, OJOKMPOBAIIK, TaKUM 00pa3oM, KJIETOYHBIH CHTHAIMHI B 3apOJbIIax HA BHIOpAHHON
craauu. Kak u mpemnonarand ucciaeaoBaresd, 0o0pabOTKOW HHrHOMTOpaMH B TEPUOA 0
BeiienieHnss 4d jocturaniock 00pa3oBaHHWE pPaAJAMATH30BAHHON JIMYUHKA C XapaKTEPHBIMH
neheKTaMu, aHaJOTHYHBIMHU TIOJyYE€HHBIM yIaJeHUEeM IOJIIPHOM Jonacth u Omactomepa 3D B
yXKe OIMCAHHBIX JKCIIEpUMEHTaX. Pajuanusaiis B pe3yibTaTe BO3ICHCTBHSA OpedemuHa u
MOHEH3MHa Oblla moka3ana Juisi ractpomon Patella vulgata m Lymnaea stagnalis, xutona

Mopalia muscosa u ckagomosr Antalis entails (Gonzales et al., 2007).

OMOpHUOHATBHBIA OPTraHU3aTOP B 3aPOJIBIIIE AHHEIN]]

C 1enplo mpOBEPUTH, NMPUMEHUMA JIM THIIOTE3a O CYIIECTBOBAHWUH B 3apOJIBIIIC CIUPATbHO
JPOOSIIErocss KUBOTHOTO KJIETKH-OpraHU3aTopa Ha IPyrue TPYInbl, ObUTa MPOBEICHA CEpHUs
UCCIIeIOBAaHHUN Ha aHHEUIaX.

W3yuenune Bo3aeiicTBus OpedenauHa A M MOHEH3MHA Ha 3apOJBIIIH TOMOKBaIPaHTHO
npoosiuxcs monuxeT Arctonoe vittata u Serpula columbiana wa cragusx ¢ 32 g0 62 kiIeTok
(Tepuo1 10 MEPBOTO OUIATEPATLHO CUMMETPUYHOTO JAPOOIJICHHUS ) TIPUBOIMIO K (POPMHUPOBAHHUIO
paluallbHO CUMMETPHYHBIX (WJIM, B HEKOTOPBIX CJIy4YasX, ITOKA3bIBAIOIINX MPU3HAKA
4eThIpExITydeBoit cummeTpun) tnunHoK. (Gonzales et al., 2007).

Tax)ke BaXXHO OTMETHTh, YTO aBTOPhl HM3y4YHJIM aHUMAaJbHO-BEreTaTHBHBIC KOHTAKTHI, M HE
OTMETHJI YCTAaHOBJICHUS KOHTAKTOB MEX]ly MaKpOMEpPaMU U aHUMaIIbHBIMU MUKpomepamu y O.
fusiformis u S. columbiana, Ho, mpuTOM, KJIETKH Ha COOTBETCTBYIOIIECH CTaUH CIerKa H3MEHSITH
(GopMy M HE3HAUUTEIBHO BBHITSIYMBAIIMCEH B MMOJIOCTH OnacTorens. HampoTus, 3apoasi A. vittata
JEeMOHCTpHUpPYET (GOPMHUPOBAHHWE KIETOYHBIX KOHTakToB. COmmbkeHnne wakpomepa 4D,

111 112

mukpomepa 4d W aHUMaJIBHBIX MUKpOMepoB, 10— u 14, mocie ux QopmupoBanus Ha 44-

KJI€TOYHOM CTaJuHu U HE3aJI0JIT0 JI0 YCTAHOBJICHHUA 6HJ'IaTepaJ'IBHOﬁ CUMMCTPHH.

HeoxuaanHble pe3yibTaThl, OJHAKO, JAIH IKCIICPUMEHTHI M0 yAaleHHuio Onacromepos. Kak
MHHUMYM Y JBYX HCCIICIOBaHHBIX mnonuxeT Mmakpomep 3D He sBisercs 3MOpHOHAIBHBIM
OpraHU3aTOPOM.

Tak, B 3apossiiie Capitella teleta dpynkunu opranuszaropa BeinonHser Mukpomep 2d. Y nanenue
aTOro GracroMepa MPHBOAUT K HAPYIICHHIO OHJIATEPAlbHOW CHMMETPUH, OTCYTCTBHIO

JOPCOBEHTPAIbHOM  pa3METKU TOJIOBHBIX CTPYKTYp, a TakKe HapyllaeT pa3BUTHE
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Me30/IepMaJIbHBIX MPOU3BOAHBIX U HEPBHOM cucTeMbl. Tak ke kak ansa kietku 3D B pa3Butun
MOJUTIOCKOB, Juisi Onactomepa 2d OBUIO IMOKAa3aHO YCTAaHOBJICHHE KJIETOYHBIX KOHTAKTOB C
aHMMaJbHBIMH MHUKpOMepaMu. Ymanenuwe OnactromepoB 3D u 4d He Bawser Ha pa3BUTHE
auarHKA. Kpome Toro, yaajieHne OCHOBHBIX HCTOYHUKOB ME30/IepMbI Y 3TOro BHaa, 3d u 3C, He
OKa3bIBAJIO BIUSHUS HA APYTUE CTPYKTYPHI, UTO MOABEPraeT COMHEHHUIO CBSA3b MEXK/y KICTKaMHU-

npe/IeCTBeHHUKAaMH MEe30IePMbI U OpraHu3symolieii criocoonoctsto (Amiel et al., 2013).

He menee BbiOuBaronyecs n3 o6ueil KapTuHbl pe3ysbTaThl JAJI0 UCCIeI0BaHUE NHAYKIIMOHHBIX
B3aUMOJICHCTBHUI B 3apojbliie ojuroxeTsl Tubifex tubifex, rie MCTOYHMKOM OpraHU3YIOIIETO
BO3JICHCTBHS SIBISIOTCS fBa Omactomepa, 2d™ u 4d oxHoBpemenno. B ciyuae yHHUTOKEHHS
OJIHOTO M3 0JIACTOMEPOB, IOPCOBEHTpPAIbHASA OCh HE (POPMUPYETCS, Yy 3apOiblllla HAPYIIAOTCS
racTpy/IAIHOHHEIe Mopdorenessl. 3apoasim, muménnsii u 2d™, u 4d, pasBuBaercs B c1a6o
T epeHIMpOBaHHYI0 Maccy KIeToK. OpaHako, TakWe 3apoJbIIIM MOXKHO  «CITaCTH»
FOMOTOIIUYECKOM, @ B 3HAYUTEIILHOM KOJUYECTBE CllydaeB Aake rereporonuueckod (B 11%
ciydaeB (opMupyeTrcs NpPaKTUYECKH HOPMAlbHBIM oOpraHusMm, B 77% OYEBMIHO HaIM4uue
JOPCOBEHTpaNBHOI ocH) mepecaakoit gonopeknx 2d™ u 4d. TIpy TpaHCIIAHTALMH JOHOPCKHX
onacromepoB 2d™ u 4d Ha BEHTPANBHYIO CTOPOHY 3apOjbIlIa PAa3BHBAINCH JKHBOTHBIC C
yBOEHHBIMU rojioBamu (Y-(pEeHOTHUIT) WK TonoBaMu U XxBocTamu (X-¢penorun). [Ipu 3tom THn

MNPOsABJICHUA AYIUIMKAIUU  3aBUCCII OT OpUCHTAOWU TPAHCIUIAHTUPYCMbIX 6J'IaCTOMepOB

(Nakamoto et al., 2011).

Taxum 00pa3oM, B 3apoJIbIIIIaX aHHEIH] TAK)KE KaK ¥ B YMOPHOHAX MOJUTIOCKOB HaOIIOIaeTCs
CYIIECTBOBaHHE ASMOPHOHAILHOTO OpPraHW3aTopa, OJHAKO HE COOJII0AAeTCs HISHTHYHOCTh

KJICTOK, OCYHICCTBJIAOIIUX OPTaHU3YIOLICC BO3JICHCTBHE.

Monntocku AHHenuapbl

3D 4d 2d 2d'"+ 4d

llyanassa Crepidula Capitella Tubifex

Pucynok 4. Knemxu, sigisiowuecsi UCmo4HUKOM opeanuzyiowe2o eoszoeticmeus, 6 3apooviuax Spiralia.
Knemxka-opeanuzamop evloenena ygemom, eé HoMeHKiamypHoe obo3HaueHue ykazano Hao cxemou. Ilo

Seaver, 2014.
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MAP-KkuHa3HbIM CUTHAJIBHBIN MTYTh

[Touckn BO3MOXHBIX YYAaCTHHKOB OpPTraHU3YIONIMX COOBITHH NpPUBETM K KacKamy
MHTOTCH-aCCOIMMPOBaHHBIX  nporenHkunas (Lambert, Nagy, 2001). MAP-kunHa3HbIIH
CUTHAJIBHBIA KacKaJ COCTOUT M3 TpeX IMOCIeA0BaTeabHO (HOCHOpUINPYIOMUX Ipyr Apyra
koHcepBatuBHbBIX OenkoB (Raf (MAPKKK), Mek (MAPKK), Erk (MAPK)) ¢ kuHa3HBIM
JIOMEHOM ¥ OOJBIIOTO KOJIMYECTBA PETYIATOPHBIX (akTopoB. OcoOOoro BHUMaHHS 37€Ch
3aCIIy’KUBAeT JIBOMHAs crienu(pUIHOCTh KUHA3bl, Erk, koTopas ans npuoOpeTeHHs CUTrHaIbHBIX
CBOWCTB JIOJDKHA OBITH (ochopriarpoBaHa MO YHHKAIBHOMY Uil IPYTHX KHHA3 IMaTTepHY -
ocratkam Tyr204/187 u Thr202/185, uto nenmaer e€ ymoOHBIM OOBEKTOM JJsi MPOBEICHUS
UTOXMMHUYECKUX HUCCIIEIOBAHUI aKTUBHOCTH KacKa/ia B BUJLy MaJIOi BEPOSTHOCTHU TEPECECUCHHS
CHTHaJbHBIX myTeil. AxtuBupoBanHas MAP-kunaza Erk (ot amrm. extracellular signal-related
kinase), B cBOorO o4epenb, HochOopHarpyeT OCNKH-MHUILICHH, KOTOPbIC MPUHAICKAT CUCTEMaM
KJIETOYHOTO IIMUTOCKeNeTa M Merabonm3Mma, mnponudepanuun ©u - IUPPEPEeHIUPOBKH, a
JOKANU3YIOTCS 3TH 3P PEKTOpHI B IuTOMIIa3mMe, MUTOXoHApHsx, D[P u, B ocobeHHOCTH, B Sape
(Plotnikov et al., 2011; Yang et al., 2013). OnHoli U3 OCHOBHBIX MuIleHeld MAP-kuHa3HOTO

CHUTHAJILHOTO KacKaja sIBIIseTCs BaxHbIN (akTop Tpanckpumiuu CBP/p300.

Poins MAP-kuHa3HOTO Kackaja B pa3Butuu Spiralia

MAP-kuHa3HbI ~ CUTHANBHBIM  Kackag W (QYHIMOHUPOBAHMUS  SMOPHOHAIBHOTO
OpraHu3aTropa B 3apOJbILIEe MOJUIFOCKOB

B 2001 rony rpymmoii [I»Buna JlambGepra Oblia oOHapykeHa U omucaHa aktuBanus MAP-
KWHA3HOTO CHTHAJBHOTO IMyTH B 3aponsiie |lyanassa obsoleta. MAPK BriepBbie BBISBIISICTCS B
3D Bckope mocie OTIENEHUs TPEeThero KBapTeTa MHUKPOMEpPOB, M 3aTeéM B MHKpoMepax,
npuiexamux k 3D, mepex otnenenuem ot Hero 4d Ha cramum 32x Gmacromepor (Lambert,
Nagy, 2001).

B xone manpHeiimero pazsutus aktuBaius MAPK pacnpocrpansercss Ha HEOOJBIIYIO TPYIITY
JIOpCOJIaTepalbHO  PACMOJIOKEHHBIX MHUKpOoMepoB. IIpoBenéHHbIE aBTOpaMH OMNBITHI IO
uHruOuposannio MAPK noxazanu Hapymenuss B crenudpukanmuu 3D M KIETOYHBIX JHHMIA,
HYXJTAIOUINXCS B HMHIYKIMOHHOM CHTHAJe OpPraHW3aTopa, AaHAJIOTUYHBIE ITOJy4aeMbIM

YAAJIIEHUEM IIOJISIPHOU JIONACTH.
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Hanee ponpb 3T0ro Kackaga Obuta ucciemoBaHa poib MAPK kackaga B pa3BUTHUH TPEX BUIOB
TOMOKBAJIpaHTHO Jpo0simmxcs MoiuntockoB .Y xurtona Chaetopleurula ynutku Tectura u
npynoBuka Lymnaea MAP-kuHa3HBIH TyTh aKTUBHPOBAJICS HA COOTBETCTBYIOIICH CTaauu B
omacromepe 3D, oOpabGoTka WHTHOMTOPOM TPHUBOJIMIA K CXOAHBIM pagUdaTM30BaHHBIM
JMYMHKaM. EAMHCTBEHHBIM OTJIMUMEM NATTEpa aKTUBALMHU 3TOT0 KAacKaja OT [IOKa3aHHOIO Ha

Ilyanassa cTasno To, 4TO CUTHAJUIMHT HE 3aTparuBajl aHMMalibHble MUKpoMepbl. OCHOBBIBAsICh Ha
MOJIyYEHHBIX JAaHHBIX, aBTOPBI MPEIIOJIOKUIN KOoHcepBaTHUBHYIO poiib MAPK curnamnmunra B

coObITHAX HHAYKIHH y Mo/uTrockoB (Lambert, Nagy, 2003).

C mnpeanokeHHOM MOJENbI0 XOpPOIIO COTJIACYIOTCS JaHHbIE, TOJy4eHHbIE HAa  MOPCKOM
omoneuke Testudinalia testudinalis (Kosun u ap., 2013). AxkruBaius MAPK Oblia oTMedeHa
BCKOpE TIOCJI€ TOTO, Kak Mpe3yMNTUBHBIA 3D BBITATMBAaETCA M TMPUXOAUT B KOHTAKT C
AHUMAJIBHBIMU MHUKpOMepamu (MPUOIU3UTEIHHO ToJdaca Mmociie OTACICHUS TPEThero KBapreTra
mukpomepoB). MurubupoBanne MAPK-curnamnuara npu nomoum U0126 mpuBoauio
(bOopMUPOBAHUIO TIMYMHOK C HAPYIICHUSIMHU B CTPOSHUU, OJTHAKO )K€ HE BIIUSJIO HAa YCTAHOBJICHHE
JIOPCO-BEHTPAILHOM OCH.

Emé onuu uccnenoBanubiii Mosutiock, Haliotis asinine neMoHCTpUpYONUi TOMOKBAJPAHTHOES
npobiienue, otHocuTes kK Vetigastropoda. MAPK-curnan BriepBbie AETEKTHPYETCS B OJHOM H3
HaKpeCT-JeKalMX MakpoMepoB uepe3 15-40 MuHyT nocne 5 nukia ApoOaeHHs], YTO COBMAAAET C
MEepPUOJIOM, KOTJa HAKPECT-JIeKAIMNA MaKpOMep 3aHMMAET IEHTPAJIbHYIO MO3HIIMIO0 B TTOJIOCTH
3apogpiia. [lonHoe nHrHOMpOBaHWE CUTHAIIMHIA HAa 3TOM CTaAUM NPUBOAUT K (POPMHUPOBAHUIO
Tpoxodop 0e30 BCAKUX Yy3HABAEMBIX CTPYKTYp B MOCTTPOXAIBHOM PErHMoHE, YTO HAIIOMHUHAET
MOJTy4YeHHBIE B OMbBITaX C HapylIeHueM curnaumnra 3D y npyrux ractpomnos.

ABTOpaMH OBUIO OTMEYEHO [JBa (EHOTUIA: MPU HU3KUX KOHUEHTpPALUsAX HHIHOUTOpa
MPUCYTCTBOBAIA JKTOJEPMAJIbHBIE CTPYKTYPBI, HO OTCYTCTBOBaJIa Me30j/epMa, mpu Oosee
BBICOKMX — HaONIOJaldNch HapyIIeHHWs B TacTpylsalud U (QOpMHUpOBAHUE ITUYUHOK 0e3
c(OPMHUPOBAHHBIX TOCTTPOXAIBHBIX CTPYKTYpP. ABTOPHI MPENIONAraroT, 4To B 3MOpuoHe H.
aisinina MAPK omHOBpeMEHHO BOBJICYEH B crenudukanuio KieTouyHod mauHud 3D u B
MHAYKIIMIO OpraHu3aTtopHoil aktuBHOcTH D kBagpanTta, mocinenHee — TpeOyromiee Oosee
WHTEHCUBHOTO, W, BO3MOXHO, Oosee mpoaomkutenbHoro ypoBHs MAPK aktuBHocTn. Takum
obpa3om, xots aktuBanus MAPK courena HeoOxoaumoii 1ist popMUpOBaHUS IHTOME3ZOAEPMBI U
YCTAHOBJICHUSI HWJIEHTUYHOCTH TPETPOXAbHBIX KBApTETOB MHKPOMEPOB, CHEHUpUKAIUSI U
pa3MeTKa JKTOACPMAIbHBIX KJIETOK HE HAXOIUTCS ToJa HeoOXxoaumbiM KoHTposiemM MAPK.
Takxe, OYEBHUIHO, MJIsi YCTAHOBJEHHUS JOPCO-BEHTPAIbHOM OCH UCHOJIb3yeTCS JApYrou

CUTHAJIBHBIN ITyTh. ABTOPBI IPEAINONAral0T BO3MOXHOCTb €€ YCTaHOBJIEHUSI paHee, B PE3yJIbTaTe
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ACCUMCTPHUYHOI'0 pacCrpeaciiCHud MATCPUHCKUX IACTCPMUHAHT B pPAHHUX MUKIIAX I[pOGJIeHI/ISI.

(Koop et al. 2007)

W cueprbiBaroinee ucciaeaoBanre poad MAP-KMHA3HOTO CHTHAILHOTO Kackajia ObUIO TPOBEICHO
na ractpomnoze C. fornicata. bproxonoruii moitrock C. fornicata, 6muskuii cocen 1. obsoleta mo
SBOJIIOLIMOHHOMY JpEBY, (DOPMHUPYET HEOOJBIIHE MOJSPHBIC JIOMACTH B TEYEHHE JBYX IEPBBIX
KJIETOYHBIX JeieHnil. OHaKOo, 9TH JIONMACTH HE SBIISIOTCS CTPOTrO HEOOXOIUMBIMHU ISl Pa3BUTHSI
MOJLTIOCKA, U MOTYT ObITh yaaiaeHsl (Henry et al., 2006), B pe3ynbTare 4ero aeieHus IpOTEKAIOT
HOPMAJIBHO M MPUBOIAT K (DOPMHUPOBAHHIO BCEro CIEKTPa JHMYMHOYHBIX CTPYKTYp, BKIIOYAst
Takue mpom3BoaHble D KBajpaHTa Kak cepaie W riaza. s AaabHEHWINEro BBISICHEHUS POJIH
3amacéHHBIX MATEPHUHCKUX JIETEPMUHAHT aBTOPHI CIABJIMBAIN 3HUTOTHI IEPE] JOCTHKECHHEM
JIBYXKJICTOYHON CTaIWM, YTO MNPUBOJWIO K IEPEMENIMBAHWIO IMTOIUIA3MBI SIiIlA, OIHAKO
AHOMAJIMI Pa3BUTHS TaKkXkKe He HaOmoganoch. Pas3nenéHHble Ha JBYXKJIETOYHOW CTaIUH
OjacToMepbl B YAaCTH CIIy4aeB MPOXOMJIHM JEICHUS, COOTBETCTBYIOIINE TAaKOBBIM B COCTAaBe
UHTAKTHOTO AMOpuoHa («12-kierounoit cragum») brnacromepsr «AB» wnmn  «BCy,
W30JMPOBAHHBIE B PE3yJIbTaTe JHM3KMCA MPE3YMIITHBHOM KIETKH-IPAPOAUTEIBHHIBI JTHHUN D,
Pa3BHBAINCh, M B YaCTH ClydaeB (HhOpMHpOBaIM Me30/epMalibHble CTPYKTYphI (TJ1a3a, 4acTh

PaKOBHHBI).

Ponp mepBoro kBapTeTa MUKpPOMEPOB B pEeryisiliu pa3BuTHs U cneuupukanuu D kBagpanra y
C.fornicata  Obuta BBISBIEHA TpPHU YHAJICHUU OSTOr0 KBapTeTa KICTOK HHAYIIMPOBAHHBIM
MUKpPOMHBEKIUSIMH KPACUTENs JIM3UCOM BCKOpE MOCIM UX (OPMHUPOBaHUS Ha §-KIETOUHOU
craguu. Bee moasepruyThie Nporeaype 3apoAblllid Pa3BUBAIUCh B PaJUalIM30BaHHbIC JINYUHKY,
IPETEPIEBIINE «IK30TaCTPYIISIINIO». (TaKue 3apOJIbIIIN BBITISAAT Kak TpEXUacTHas Mpo3padHast
Macca KIJIETOK B (opme 3aMKHYTOM TpyOKH, NMpUCOEIUHEHHAs OAHMM KOHIIOM K OOraTbiM

YKEITKOM TTPOU3BOAHBIM MaKPOMEPOB).



Pucynok 5. Axmueayus MAP-xunasnozo xackaoa ¢ pannem pazsumuu Crepidula fornicata (Henry,
Perry, 2008).

B 3apoxpimie C. fornicata akrtuBaius MAPK cHavana BBISBISIETCS B IIOTOMKAax II€PBOIO
KBapTeTa MUKPOMEPOB (CHIIbHEE - 1a1—1d1, MEHEe MHTSHCUBHO - Blaz—ldz) B TE€UEHUE BTOPOMl
MOJIOBUHBI |B-KJIETOYHON CTaauu, 10 OTACICHHUS TPEThero KBaprera MHUKpoMepoB (20-
KJIeTOUHas ctajus y 3apossima C. fornicata).

BnocnenctBun MAPK aktuBupyercss B 3D HemocpeAcTBEHHO Tmepel IOCTIXKEHUEM 24-
KJICTOYHOM CTaJuH M Ha BCEM €€ MpOTsHKEeHUH, a 3areM — B 40 Ha 25-KJICTOYHOW CTaauu, Ha

KOTOpOM Takke HaOJI0JaeTCsl aKTUBALIMS B HEOOJIBIION IPYIIKE AHUMAJIbHBIX MUKPOMEPOB.

Hcnonw3ys uarudutop kunazsl MAPK (MAPKK, MEK), uccnenoBarenu nmpoaeMOHCTPUPOBAIIH,
yto aktuBaiuus MAPK Ha mpoTspkeHuu mepuojia ¢ mo3fgHed 16-kjieTouHod 10 paHHen 24-
KJIETOYHOU cTaauu HeoOxoauma i cnernupukauu 3D makpomepa.

DTO COOTBETCTBYET BPEMEHHOMY OTPE3KY, Ha KOTOPOM MTOTOMKH TIEPBOTO KBapTETa MUKPOMEPOB
cneundunupyror mMakpomep kBaapanta D. AktuBamms MAPK B 3D wunm ke aHMMajdbHBIX
MUKpOMepax T[O3[JHee, Ha TNPOTSHKeHMH 24-KIEeTOYHOW cTaguu, He Tpedyercs s

(GYHKIIMOHMPOBAHHS IMOPUOHAILHOTO OpraHu3aropa, 4d.

OTH M HEKOTOpbIE JPYTHE HCCIEIOBAHHbIE IPEACTABUTEIN MOJUIIOCKOB Jalll OCHOBAaHUE
yTBepkAaTh, uto posib MAPK B pa3Butuu He npeacrapiser co00il KOHCEPBATUBHOIO MPU3HAKA,

a CKopee MPeJCTaBIeHa HEKOTOPBIM CIIEKTPOM BBITIOJTHSAEMBIX (YHKITHI.
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Mopdoreneruueckuii npouecc A IIpencTaBuTeIb

PasBHTHE Me301epMATLHBIX = Testudinalia testudinalis (Kozin et al., 2013)

NpPOH3BOJAHBIX I, B MeHBITIeH

CTEIEHH, CTATOLHCTA, PAKOBHHEL
BEJIFOMa, HOTH H IJIa3 = Tectura scutum (Lambert and Nagy, 2003)

== Patella vulgata (Latrillot et al., 2002)

= [aliotis asinina (Koop et al., 2007)

Crnenundnkanna kpaapanra D
H 10PCOBeHTPAILHOI OCH, == [Lymnaea palustris (Lambert and Nagy, 2003)
Pa3BUTHE Me30epMaATTLHBIX
IIPOH3BOIHEIX, CTATOLIICTA,
PAKOBHHEL, BEIIOMa, HOI'H, I1Ia3

= [lyanassa obsoleta (Lambert and Nagy, 2001)

JeTtepmunannsa keagpadnTa D
H JOPCOBEHTPAJIbLHOH OCH,
Pa3BUTHE Me30/IepMATTEHBIX
TTPOM3BOIHEIX, CTATOIIHCTA,
PaKOBHHEI, BETIOMA, HOTH, TTIa3

= Crepidula fornicata (Henry and Perry, 2007)

Pucynox 6. Bapuabenvnocms cmenenu yuacmus MAP-KUHA3HO20 CUSHATILHO2O NYMU 6 pPA3GUMUL
DPA3IUYHBIX 8UO08 MOJIIIOCKOG.

Ponbs MAP-kuHa3HOTO Kackaja B pa3BUTUU MTOJUXET

Pons MAP-kMHa3HOTO CHUTHaJIBHOTO MYTH B DPAa3BUTUHU IOJMXET OblJa MPOTECTUPOBAHA Ha
HEeOO0JIbIIIOM KoJInYecTBe 00beKTOB. BriepBrie akTuBHOCTE MAP-KMHA3HOTO MyTH ObLIIa OKa3aHa
B passuTuu nonuxetsl Hydroides hexagonum (Lambert and Nagy, 2003).

[Momuxera Hydroides hexagonum moka3biBaeT aKTHBALMIO HMCKIIOYUTEIBHO B OJHOM KJIETKE,
sHToMe300acte 4d, moromke kietkd 3D. MHrHOWMTOpHBIA aHaaM3 POJIU ITOTO Kackaga B
SMOpHOHE JAHHOTO BHJA aBTOpaMu He npoBoawica. OJHAKO, HA OCHOBAaHUHU MPEIOKEHHOU
UMM THIIOTE3bI, a Takke Toro (akra, 4ro B pasButum A. Vittata mmenno 4d gemoHcCTpupyeT
YCTAaHOBJIEHHE KIETOYHBIX KOHTAKTOB, MOJHO CJEJlaTh NPEANOJOKEHUE O CABHUIE

OpraHM3yIoIlel aKTUBHOCTH Ha 0oJiee MO3HUI CPOK U JIeIeTHPOBAaHNHU €€ SHTOMe3001acTy.
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Pucynox 1. Axmuenas gopma ErK 1/2 ¢ 6aacmomepe 4d  sapooviua nonuxemsr Hydroides hexagonum
(Lambert and Nagy, 2003).

BropsiM mcciaeqoBaHHbBIM 00beKTOM siBisieTcst moiuxera C. teleta. B e passuTum axTHBaIus
Kackaja ObUTa OTMEYEHA Ha CTAJMH racTPYJIALUU B KIETKaX, OKpyxaromux omacrorop. (Amiel
et al,, 2013). OyeBuaHo, B (PYHKIMOHHPOBAHHME SMOPHOHAIBLHOIO OpPraHU3aTOpa, B POJIH
KOTOPOTO, KaK yXKe YIOMHUHAIOCh, BRICTyNaeT KieTka 2d, 31ech BOBIICUEHBI APYTHe CUTHAIBHBIC

KaCKa/bl.

Pucynox 8. Axmuenas ¢opma Erkl/2 e sopax okpyscaowux 6aacmonop Kiemox 2acmpyiupyroueo
sapoovuua nonuxemor Capitella teleta (Amiel et al., 2013).

Takum o00pa3oMm, JaHHbBIE, IMOJyYCHHbIE MCCIECIOBAHUEM TPYIIbl aHHENUA, TpeOyroT

paclIMpeHHs] HalllUX MPEICTaBICHUA O MeXaHW3MaxX BO3HUKHOBEHUS U (DYHKIMOHUPOBAHUS
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SMOPHOHAILHOTO OpraHu3aTopa B 3apObIIIaX CIUPATIBHO JAPOOSIIMXCS KUBOTHBIX. B
OCOOCHHOCTH IOJIE3HBIMH MOXKET OKa3aThCsl H3ydeHHE posiid MAP-KMHA3HOIO CHUTHaJIbHOI'O
KacKaja, TaKk KaKk MaTTepHbI aKTUBALMK ATOro Kackaaa B aMOpuonax C.teleta m H. Hexagonum
IIPEIIOJIaral0T 3HAYMTEIbHBIE HBOJIIOLMOHHBIE M3MEHEHHUs POJM 3TOr0 Kackaga B Pa3BUTHHU
aQHHEJIW], B IPOTUBOBEC OTHOCUTEJIHLHO KOHCEPBATUBHOM MOJIENM €r0 aKTUBALMU B OjacToMepe

3D, Habmo1aeMoil B rpymIie MOJUTFOCKOB.
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Marepuaibl 1 METOABI

[Tomyuenrne SMOpHUOHATBLHON KYJIBTYpBl CHHXpOHHOTO pa3Butus Alitta virens

[TonoBo3penbie (AMUTOKHBIC) camilbl U camku Alitta virens otasnuBaiuch B okpectHocTsiXx MBC
CIIoI'Y (Kanmpanakmickuii 3aimB  bemoro Mopsi) Bo Bpems Hepecta. [lomydeHHble OT
CTUMYJMPOBAHHBIX  MEXAHUYECKUM  BO3JCHCTBHEM  JKMBOTHBIX  TOJOBBIE  HPOAYKTHI
AQHAIM3UPOBAIM IO MHUKPOCKOIOM JUIsl KOHTPOJS KadyecTBa IPOU3BOJUTENIEH, 3aTeM
IPOM3BOJIMIIA OIUIOZIOTBOPEHUE W MOCTAHOBKY KYJIBTYPBHI COTJIACHO METOJMKE, pa3paboTaHHOH
AK. Hounmya (1975). Oomutsl, BbIMETaHHBIE CAMKOHW, OTOMpaINCh B YHCTYIO EMKOCTH C
HEOOJIBIIIMM KOJIMYECTBOM BOJbl. 3aT€M MPOBOAMIIOCH TPU OTMBIBKM (MIITPOBAHHON MOPCKOM
Bomoir. K oommram mnpubaBnsiace HEOONBIIMMH TMOPHUSAMH  CIIEpMa IO JOCTH)KEHUS
COOTHOIIEHUsS criepmun/sinekierkn 1:4. Ilocne 3TOro moaydeHHYIO KyJIbTypy pa30aBisioT,
JAIOT OCECTh OILIOIOTBOPEHHBIM ANIIEKIIETKaM, (POPMUPYIOIIUM CIM3UCTYIO MacCy, U CIHBAIOT
BOJY, OCBOOOXKIasi KyJIbTypy OT HecBsizaBHIMXCs criepmueB. llocne gonmuBaroT HeoOXoaumoe
KOJINYECTBO (WIBTPOBAHHOH MOPCKOW BOJBI M TOMEMIAIOT EMKOCTh Ha aBTOMATHYECKYIO
MEIIANKY, T/I€ 3apOABIIN OyIyT KyJIbTUBUPOBATHCA NPU JOCTaTOYHOU adpauuu. Yepes 14 — 16
YacoB IMOCJIE OIUIOAOTBOPCHUSI, KOTJIAa 3apOJBIIIN MPOHIYT CTaaAuio BbimencHus 4d, KynbTypy
HEHTPUPYTUPYIOT Il OTAENEHHs OT CIu3U. B nanbHeieM KyabTypy CHUMAIOT ¢ MEIIAIKH U
pa3MenaroT B EMKOCTSX € OOJIBIION IUIONIA/IbI0 MOBEPXHOCTU. 3apOAbIIIM KYJIbTHUBHPOBAINCH

npu Temmeparype +14-15 °C.

®dukcarusi YSMOPUOHAIIBHOTO MaTepHaa

Br16op moanexxammx (GUKcaruy mapTHid 3apoIbIIIeii OCYIIECTBIISIICS PU HAOIOCHUN KUBOTO
Marepuaia B ONTHYECKHH MHKPOCKOI, CTaUH OIPEIEISTN COTJIACHO OTMMMCAaHHOW XPOHOJIOTHU
(Koctrouenko u Jlonmya, 2006). JIns ¢uxcaruy HamMu ObLITH BBHIOpaHBI CIEAYIONIUE CTaJAUU: 8
O6rmacTromMepoB (OKOJIO 8§ 4YacoB TIOCIE OIUIOJOTBOPEHUs, TPEeTUH LMK jApoOnenus), 16
omacromepoB (8 u 40 muH, 4eTBEPTHIN 1UKI), 17 GractomepoB (9 4 40 MuH, HayaO MATOTO
nuKia npobsenus), 23 6mactomepa (10 u 30 MuH, nATHIN LMKI), pOpMUpOBaHHE comaTobacTa

4d (12—13 umo, HaYaso MIECTOro IUKIA APOOICHNU).

3apozsim pukcupoBanu 4% pactBopoM dopmanbaeruaa Ha 1,75x gocparnom Oydepe (PBS) ¢
0,1% Tween 20. Ilepen duxcamnmeit 3apoapimu o0padaThIBad KUAKOCTHIO ISl yAaICHUS

xentouHor ooosmouku (PKYXKO).



25

KYXKO (TCMFSW) (pH 8,0) coctouT U3 CBEXEMPUTOTOBICHHBIX coneil: Tris (koHeuHas
koHreHTpanus — 50 MM), NaCl (495 mM), KCI (9,7 MM), Na2SO4 (27,6 mM), NaHCO3 (2,3
MM), S/ITA (6,4 MM) Ha nuctumpoBanHoi Boje (Koctrouenko, 1999; Kozin et al., 2016).

DOMOpHOHATBHBIA MaTepuall MOMEIIATH Ha CUTO, HECKOJIBKO Pa3 MPOMBIBATH (PHIETPOBAHHON
MOPCKON BOJIOM Ui yHajeHWsl CIU3W, 3aTeM MOMellald Ha 3-5 MHUHYT B KHAKOCTh MJIs
yaaJeHus KeATOYHOU 000s10ukr. OOpabOTKONM ATUM peareHTOM JOCTUraeTcs OTCIauBaHUE WU
NOJTHOE YAAJICHHE JKENTOYHOH OO0OJIOYKH, YTO NMPUBOIUT K OoJiee PHIXJIIOMY U CBOOOIHOMY
pPACTONIOKEHUIO  OJIacTOMEpOB,  OOJerdyaroneMy HUACHTH()HUKAIMIO  KICTOYHBIX  JIMHHMA.
Hoctuxenne HyxHoro BozaeiicTeust JKYIXKO Ha 3apoabIin KOHTPOJIUPOBATIHU MO MUKPOCKOIIOM.
[Tocne o6pabotku KYXKO 3apogsimm ObicTpo otMbiBasin 1.75xPBS u ¢duxcupoBanu 4%
pactBopoMm (opmanpaeruga wa 1,75xPBS B Teuenme noum mnpu +4°C. 3adukcupOBaHHBIM
MaTepuas MPOBOJIWICS Yepe3 CHUPThI moBbimaronieics koHuenTpanuu (30°-50°-70° sTusnoBslii

CIUPT) U MoMeIancs Ha xpanenue B 70° STUIOBBIN criupT nipu Temieparype — 20°C.

Jlns mpoBepKH IpearonoxeHus, 4o oopadoTka XKYIKO mMoxeT BbI3bIBATh MOSBICHUE aKTHBHOM
dopmer Erk1/2 B Bumy ydactuss MAP-kuHa3 B OTBETE KICTKM Ha CTPECC, HAMH OBUIH TaKXKe
caenanbl Gukcannn 6e3 ucnoiabzoBanus KYIKO. UMMyHOIUTOXUMUYECKUN aHAIM3 HE TIOKa3all
pa3nuuuii B BBISIBJICHUU CHUTHAJa MEXIY 3apojbllliaMd, (UKCUPOBAHHBIM C HCIIOJIH30BAHHEM

KVYXKO u puxcupoBaHHbIMU 0€3 JOMOJHUTEIBHON 00pabOTKH.

Bombinast 4acTh MCIOIB30BaHHBIX B paboTe GUKcAUil paHHUX CTaaui pa3BuTHs A. VIrens obuia

npenocrasieHa B.B. KozunsiM u P.I1. KocTiouenko.

I/IMMyHOHI/ITOXI/IMI/IquKI/IC HCCIICOOBaHUA

[Togbop anturen k Erkl/2 ocymecTBism, cONMOCTaBisis MPEJOCTABICHHYIO MPOHM3BOAMUTEIIEM
AQHTHUTENl MOCIEA0BATEIbHOCTh C TPAHCKPUIITOMHOW M T€HOMHOH 0a30i JaHHBIX HEpeuIHON

nosmmxetsl P.dumerilii.

JIsis IMMYHOITMTOXMMHUYECKOTO HMCCIIEOBAHUS HMCIIOJIb30BAIA AHTUTENIA K aKTHBHOHN (IBasKIbI
dochopunupoBannoii mo ocratkam Tyr204/187 u Thr202/185) xunaze Erk1/2 - rabbit anti-
Phospho-p44/42 MAPK (Cell Signaling #4370), B pasBenenuu 1:100; a Taxke aHTHTENa,
BBISIBIISIFOIIME OCJIKM IIUTOCKeeTa - mouse anti-a-tubulin (Sigma T5168), B passeaenuu 1:2000

1 mouse anti-p-tubulin (Sigma T4026), B pa3senenuun 1:200. B xauecTBe BTOPHUUHBIX aHTHUTEI
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ucnoas3oBaan AF488-conjugated anti-rabbit (Invitrogen A11034), u Cy5-conjugated anti-mouse
(Jackson ImmunoResearch 715-175-150), pa3seaenue 1:400.

Marepuan peruparupoBajiu B CIMpTax HNOHMXKarouleics KoHueHTpauuu (mo 5 muH B 50% u
25% sTrioBoM cnupTe) U npombiBanu 5 pa3 nmo 5 muH B PBT (1x docdarnsiit 6ypep PBS pH
7,4 + 0,1% Triton X-100 + 0,1% a3ux Hatpus). Jlas mepmMeabHIN3aIIUHN JKEITOYHOM 000IOUKH
00BexThl 00padareiBany nporenHazor K (100 mxr/mi) npu +22°C B Teuenue 30 cex, mocie 4ero
OTMBIBaJH B 2 cMeHax rimuuHa Ha PBT (2 mr/min) u 5 cmenax PBT. 3a6uBky npoBoaunu 2 4 B
5% oBeubeit ceiBopoTke Ha PBT. MukyOanus B mepBUYHBIX aHTUTENax B 2,5% CBHIBOPOTKE Ha
PBT nponomxkanace 1-2 nus npu +4°C. [1ocne otmbiBok B PBT (6 pa3 B TeueHre Kak MUHUMYM
2 4) no0aBisuid pacTBOP (PIyOpPEeCHEHTHBIX BTOPUYHBIX aHTUTEN W MHKyOupoBanu 1-2 CyTOK.
OTMBIBKH OT BTOPUYHBIX aHTHTEJ codeTaln ¢ okparmmBanueM siepHoii JJHK B DAPI (Sigma) B

tedeHue 1-2 4. O0wvekTsl nponutbiBanu B 90% riuuepune ¢ 10% PBT u xpanunu npu -20°C.

AHanu3 maTtepuanga METOJOM KOH(OKaIbHOM MHKPOCKONUU M Iocienytouas oopadoTka
JIAHHBIX

JlaHHBIE O JIOKANM3alil WMMYHO(MIIOOPECIIEHTHOTO CHUTHAJa B 3apOJbIIIax COOMpau MpH
nomoitnu koHpokamsHoro Mukpockorna TCS SPS (Leica Microsystems), pu 3ToM Jenainy cepuun
CHUMKOB C IIarom B 1-2 MKM, TIO3BOJIAOININE AeNaTh TPEXMEPHbBIE pEKOHCTPYKIIMU o0bekTa. Jlis
MOJTyYeHHUsI JAHHBIX CO CBETOONTHYECKOTO YPOBHS MPHUMEHsUIM MeTof AuQQepeHIInaibHOro

untepdepenmonHoro kourpacra (DIC, ontuka Homapckoro).

AHanu3 pekoHcTpykuuid nmpousBoauiu B nporpame LAS AF Lite (Leica Microsystems), Takxe
MO3BOJISIIOIIEH CO37aBaTh MaKCUMaJbHbIE Z-TIpoeKIuu. [Ipoekiuu ynopsaournBaiu Ha ciangax
nporpammbl - Microsoft PowerPoint, 3ateM Ha KaXao#i NPOCKIMHA HACHTHOUIMPOBATA U

0003HayaIn 6JIaCTOMEPHI U XapaKTep 0OHAPYKEHHOT'O B HUX CHTHAJIA.



Pe3ynbTaThl 1 00CyXIEHUE

BryTpukiieTouHas JIoKanu3anus CUrHaina
dpErki1\2 COBMeEIICHHE

Pucynox 1. Pacnpeoenenue axmuenoii ¢hopmor MAP-kunaszwl 6 xode Opobrenus y A. virens.
Hmmynoyumoxumuueckoe ewviasnenue dpErvkl/2 (3enenviii xanan) u oxpacka DAPI na JIHK (cunui),
MAKCUMATbHASL NPOEKYUsL KOHPOKATIbHO20 Z-cmeka. Bud ¢ anumanvroeo nomoca. B kasxcootl cmpoxe (A-
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C) npedcmasnen ooun u mom sgice 3apooviut. A -C— cmaousi 8 kiemok, A’-C’ — 23 kremox, A’-C - 32 kx,
A’’-C’7’- KommponbHbIlL npenapam, He UHKYOUPOBAHHLIL 6 pacmeope nepsuyHvlx awmumel. Pasmueie
KAHAbl NOKA3AHbL 8 8ePMUKANbHbIX pdax. A— aumumena xk dpErkl/2, B — DAPI; C — cosmewenue scex
KAHAN08.

AxtuBHas Gopma Erk1/2 BeusiBisiiack Ha BCeX YETHIPEX M3YYCHHBIX CTAAMSIX pa3BuThs. CUrHaI
B KJICTKEC KOJIOKAIU30BAJICS C XPOMATHHOM, YTO SIBJISICTCS IPHMEYATeNIbHOH OCOOCHHOCTBHIO
JTAHHOTO 00BEKTa, TaK KaK JO CHX IOp YMCTO siIepHas JIOKajau3auus akTuBHOW (opmbl Erk1/2

ObL1a OTMEUEHa HCKITIOUYUTENNBHO B pa3suTuu C. teleta.

AxTUBHOCTH MAP-KMHa3bI HA CTAJIUU BOCbMH 0JIACTOMEPOB

Pucynok 1. 3apooviuiu 6 mpemvem - nauane uemgépmozo yukia opodeHus..

Buo ¢ anumanvro2o nomoca 3apoosiuid. 3enéubivm obosnaven cueHan akmusnot gopmol ErK, cunum —
oxpawennviti DAP| xpomamun. Kpacnas cmpenxa yxasvieaem nonoscenue peOyKyuOHHbIX meney, cepast
— HaIuyue NiIoxo 8UOUMO20 6 0OWell NPOEKYUU CUSHAI.

Ha cragunm 8 OnactomMepoB NpPOMCXOAUT CHUHXPOHHOE JEJIEHHE BCeX &8 KJIETOK 3apojiblllia,
HaOmroaemMoe Ha ctaguu aHadasbl. OHAKO, CUTHAT BBISBIACTCS CleNU(PUUECcKu B TPEX U3 HHX,
a uMenHo - 1d, 1c u 1D, 0Opa3yromnux J0pcatbHyI0 CTOPOHY 3apO/IbIIia.

Tabnuna 1.

HomenknarypHoe Hamnune nnu orcyrctBue | KonmnuectBo Cragusi KJIETOYHOTO

0003HaueHHe ¢bochopunpoBaHHOTO 00BEKTOB, IIUKJIa

KIICTKH Oenka Erk1/2 JIEMOHCTPHPYOIITIX

9Ty KapTUHY

la HET 5/5 [Mo3musist  anadasa,
Tesnodasza

1b HET 4/4 [o3nusas  anada3sa,
tenodasza
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1c MIPUCYTCTBYET 4/4 Tenodaza, mno3anssA
aHadasza

1d MIPUCYTCTBYET 6/6 Tenodaza, mo3aHss
aHadaza

1A HET 4/4 Tenodaza, mno3gHssA
aHadaza

1B HET 4/4 Tenodaza, mno3gHssA
aHadasza

1C HET 3/4 Tenodaza, mno3aHssA
aHagaza

1D MPUCYTCTBYET 5/6 Tenodaza, mno3aHsA
aHagaza

Pucynox 8. Cxema-pazeépmra 3apoodviuia Ha cmaouu 8 Oracmomepos. 3enénvim 0003HaAUeH CUSHAT
axmuenotl opmer Erk, cunum — oxpawennviti DAPl xpomamun. Ha ocnose cxem uz Kocmiouenxo u
HHonoya, 2006.

AxTuBHOCTE MAP-KHHa3bI HA cTaguu 16 G1acToMepoB

Pucynox 2. 3apooviuiu 6 uemgépmom yurie OpoodieHs.
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Buo ¢ anumansnoeo nomoca sapooviwa (1,2), eecemamusnoco (3). Buo ¢ anumanvbino2o nomoca
3apoovliua. 3enénvim obosnauen cuchan akmuenou gpopmol ErK, cunum — oxpawennwiti DAP| xpomamun.
Cmpenka yxkazvieaem nojoxcerHue pe0yKYUOHHbIX meiey.

Cunumu kpecmamu 0003HaAYEHbL A0PA OIACIMOMEPOS, HE HECYWUe CUSHAL

Cnenyromuii HaOIOMaeMbId MIEPUOJ TMPHUXOJUTCS HA MEPUOJ IOKOS IOCJE 3aBEPIICHUS
4eTBEPTOro IHKJIA JNPOOJICHHS, BCe OnacToMepbl HaxonsaTcss B uHTepdaze. Mbl HaOomaeM
MOSIBIICHHE CHTHAAa B JOYEPHHX MHKpoMepax mepsoro ksaprera (1q', 10°) a Takke B
MHKpOMepax BToporo kpaptera (2¢). OmHako, Mbl HE JCTEKTHPYEM CHTHajda B sIpax

makpomepos (2Q).

Tabnuna 2.
Howmenknarypaoe Hamnune nnu orcyrctBue | KonmnuectBo Cranust KJIETOYHOTO
0003HaYCHHE dbochoprmpoBaHHOTO 00BEKTOB, IUKJIa
KJIETKU oenka Erk1/2 JIEMOHCTPHUPYIOILIHX

3Ty KapTUHY
1a' [IpucyrcrByer 2/2 Wutepdasa
1a° [IpucyrcrByer 2/2 WnTepdasa
1b? [MpucyrcrByer 3/3 Wnrepdaza
1b° [MpucyrcrByer 3/3 Wurepdaza
1ct [IpucyrcrByer 4/4 Wutepdaza
1¢? [IpucyrcrByer 3/3 Wntepdaza
1d* [IpucyrcrByer 2/2 Wutepdaza
1d° [IpucyrcrByer 2/2 Wutepdaza
2a [IpucyrcrByer 2/2 Wntepdaza
2A Her 212 WNuTepdaza
2b [IpucyrcrByer 2/2 Wntepdaza
2B Her 2/3 WuTepdaza
2C [MpucyrcrByet 3/3 Wurepdasa
2C Her 3/5 Wntepdaza
2d [MpucyrcrByet 5/5 Wurepdasa
2D Her 2/2 Wntepdaza
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Pucynox 3. Cxema-pazeépmka 3apodviuia Ha cmaduu 16 oracmomepos. 3enéuvim 0003HaAUeH CUSHAT
axmusnotl popmot EYK, cunum — oxpawennviti DAPI xpomamun.
(Ha ocnose cxem uz Kocmiwouenko u /[onoya, 2006.)

AxtrBHOCTH MAP-Kk1MHa3b1 Ha cTaguu 17 0aactomepoB (Boigenenue 3d)

ITo Mepe BCTyIUIEHHUS 3apOJBIIICH B MATHIA MK APOOJICHUST CHUTHAI TporagaeT B kierke 2d u

MHUKpPOMEpax ICPBOI'0 KBAPTECTA (3TI/I 6HaCTOMepH MBI Ha6J'IIO,Z[aeM B IIPpO- WA MeTa(ba3e).

Curnan Ttakxe OTCYTCTBYeT B Makpomepax 2A, 2B, m 2C, Haxomsummxcs B mpodasze, HO

IPUCYTCTBYET B XpPOMOCOMHOM MaTepuase Makpomepa 2D, KkoTopblit Mbl HabIt01aeM B Tenogasze

paznenenus Ha 3d u 3D, a Taxke B siapax O1actomepos 3d u 3D.

Tabmuna 3.
HowmenknatypHoe Hannuue wmm orcyrcrBue | Konmdecto Cramusi KJIETOYHOTO
0003HaueHue (bochopuIpOBaHHOTO 00BEKTOB, UKITa
KIICTKH Oenka Erk1/2 JIEMOHCTPHPYOIITIX
3Ty KapTUHY

1a' Her 3/3 [Ipodaza
1a° [IpucyrcrByer 3/3 Wntepdaza
1b' [TpucyrcTByer 1/2 WuTepdaza

Her 1/2 IIpodaza
1b° [IpucyrcrByer 2/2 Wutepdaza
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1c' Her 2/2 [Ipodasa, meradasa
1c? [IpucyrcrByer 212 Hurepdaza

1d* Her 33 Amnadasza, metadasa
1d° [IpucyrcrByer 2/2 Wntepodasa

2a [IpucyrcrByer 33 Hurepdaza

2A Her 33 ITpodaza

2b [MpucyrcrByer 3/3 Wnrepdaza

2B Her 1/1 ITpodaza

2C [IpucyrcrByer 2/2 Wntepodasa

2C Her 212 ITpodaza

2d Her 3/3 IIpodasa, metadasa
3d [MpucyrcrByer 1/1 Wnrepdaza

3D [IpucyrcTtByer 3/3 Tenodaza

Pucynok 4. Cxema-paseépmra 3apodviwia na cmaouu 17 dracmomepos. 3enéuvim 0003HAYEH CUSHA
axmusnotl popmot EXK, cunum — oxpawennviti DAPI xpomamun.
(Ha ocnose cxem uz Kocmwouenko u /[onoya, 2006.)
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AKTHBHOCTB Ha cTaauu 23 0J1aCTOMEPOB

Pucynox 5. 3apooviuiu 6 namom yuxne opooaenus.

Buo ¢ anumanvnozo nomoca 3apooviua. 3enéuvim oboznaven cuenan axmushou gopmor ErK, cunum —
oxpautennsiii DAP| xpomamun. Kpacnvle cmpenxu ykaswvigaion noaodicenue peoyKyuoHHolx meney.
Cunumu kpecmamu 0003HaUenbl I0PA OAACMOMEPOB, He HECYUUe CUSHAT

ITo 3aBepieHUN CIEAYIOIIETO, IATOr0 UKIA JpoOaeHNs, akTUBHOCTh MAP-K1Ha3HOTO Kackaaa
JIEMOHCTPUPYIOT HaM sJpa aHUMAJIbHBIX MHUKpOMEpoB M Makpomep 3D, a Takxke mepBblii
MHKpOMep TpeThero kBaprera, 3d. B Mukpomepax BTOpOro KBapTeTa CHUTHAJI HCYE3aeT, 3a
UCKITIOYEHUEM JIo4YepHuX OsiactomepoB jmHuK 2d. Takke He UMEIOT CHUTHAJIa MakpoMephl 3A,
3B u 3C (rne yxe Havajgach KOHJACHCAIMs XpoMaTWHA Iepesa OTIENEHHUEM CIeIyIOIEero

21-22

I(BapTeTa) " JIMHUHU aHUMAJIbHBIX MUKPOMCPOB lq , HAXOAAIIHNCCA B aHa(ba:«:e.

Tab6muna 4.

HomenknarypHoe Hanmnuwne i orcyrcrBue | KomndectBo kierok, | CTaausi KJIETOYHOTO
o0o3HaueHue dhochoprnpoBaHHOTO JNEMOHCTPUPYIONTUX | ITUKJIA

KIICTKH Oenka Erk1/2 3Ty KapTUHY

1a™ [IpucyrcrByer 4/4 Wntepdaza

1a™ [IpucyrcrByer 4/4 Wntepdaza

1a° Her 4/4 Mertadasza

1b™ [IpucyrcrByer 4/4 Wntepdaza

1b*™ [IpucyrcrByer 4/4 Wntepdaza

1b? Her 4/4 Meradasa, anadaza
1c™t [IpucyrcrByer 4/4 Wutepdaza

1c™ [IpucyrcrByer 4/4 Wutepdaza
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lc Her 4/4 Mertadasa
1d* [IpucyrcTByeT 4/4 Hutepdasa
1d* [IpucyrcTByeT 4/4 Hutepdasa
1d° Her 4/4 Amnadasa
2a Her 3/4 Hutepdasa
2A Her 212 Tenodasa
3a [MpucyrcrByer 1/1 Wnrepdaza
3A [IpucyrcrByer 1/1 Hurepdaza
2b Her 33 Hutepdasa
Her 1/2 Hauano unrepdass
3 [IpucyrcTtByer 1/2 Hauano untepdass
3B Her 1/1 Hauano uarepdasst
2C Her 4/4 Hutepdasza
3c [IpucyrcTByer 3/4 Hutepdasza
3C Her 4/4 Hutepdasza
L Hurepdaza, Hayano
2d [IpucyrcTByer 3/3
uHTep(dassl
2d? [IpucyrcTByer 2/2 Merephass,  masano
uHTEep(hasbl
ad [TpucyrcrByer 4/4 Wnrepdaza
3D [IpucyrcrByer 1/1 Wutepdaza

Pucynox 6. Cxema-pazeépmra 3apooviuia na cmaouu 8 onacmomepos. 3enénvim 0003Ha4eH CueHal
axmusnou gopmor Erk, cunum — oxpawennviii DAPl xpomamun.(Ha ocnose cxem uz Kocmiouenxo u

Jlonoya, 2006.)
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AKTHUBHOCTB Ha CTaIuH OKOJIO 32 6J1acCTOMEpPOB

Pucynok 1. 3apooviuu 6 wecmom yurkie Opood.nenus.

Buo ¢ anumansnozo nonioca 3apooviua. 3enéuvim obosnaven cuenan axkmushou gopmol Erk, cunum —
oxpawennviti DAPl xpomamun. Kpacnas cmpenxa yxasvieaem nonodcenue peOyKyuOHHbIX meney, cepast
— Hanuuue nioxo euouMo2o 6 obweu npoexyuu cuenana. Cunumu Kpecmamu 0003HaueHvl 0pa
Onacmomepos, He Hecywjue CUSHAL.

[Mocne miectoro mukia apoOiieHus aktuBHas ¢Gopma Erkl/2 merektupyercss B OOJBIIMHCTBE
KJICTOK 3apO/ibliiia, a KMEHHO 1a't, 1b™, 1q12, lq21, lq22, 2abc, 2d°, 3Q. Hu B ogHOM ciydae He
HAOTIOaN0Ch CHrHaTa B Mukpomepax lc m 1d, memoncrpupyrommx cragmn meradassi u

anahassl, a TakoKe B MuKpomepe 202, HabroaBmenmcs B aHagase.

Ha sToii cTamum nocturaercst 3HaYUTEIbHAsE aCUHXPOHHOCTb KYJIbTYpHI, Ojarogapst 4yemy Mbl
Ha0Jr01aeM HEKOTOpBI pazOpoc craauii pa3BUTHA. 3a 3TOT BPEMEHHOM MPOMEXYTOK MOXHO
OTMETHUTh MOSBJICHUE CHTHATa B KIeTKax 2a, 2D u 2¢, OTCYTCTBYIOIIETO B MEHEE MPOJABUHYTHIX
3apoaplax (A€ OSTH KICTKM HaOmojaroTcs B aHadasze), W JACTEKTUPyeMoro B Oojee
NPOJBUHYTHIX, HAXOIAIIUXCS Ha cTaauu Tenodaszbl. DTO ke HaONIoJIeHHEe BEpHO U JUIf
makpomepa 3D, rie curHanm Takke OTCYTCTBYET, HO MOSBIsieTcsl B Tenodase Beigenenus 4d.
Hanporus, curnan B 6iactomepax 1q21, 1q22 1 3d, HaOJFOAIOIIMXCS B TCUCHUE BCETO MEpUOa

Ha cTaauu UHTEpPa3bl, IEMOHCTPUPYET MOCTETICHHOE yTacaHHe.
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Pucynox 8. Cxema-pazeépmra 3apooviwia Ha cmaduu 32x O1acmomepos. 3eiéHbim 0003HAUeH CUSHAT
axmusnotl popmot EYK, cunum — oxpawennviii DAPI xpomamun.
(Ha ocnose cxem uz Kocmiouenko u /fonoya, 2006.)

Tabnuua 5.
Homenknaryproe | Hammume wim otrcyrcrBue | KommdectBo kierok, | CTagusi KJIETOYHOTO
0003HaYCHHE dbochoprmHpoBaHHOTO JEMOHCTPHUPYIOMINAX | IHKJIA
KJIETKU Oenka Erk1/2 9Ty KapTUHY
1a™ [TpucyrcrByer 3/4 Wntepdaza
Her 1/4 ITpodaza
1a™ [TpucyrcrByer 4/4 Wntepdaza
1a™ [IpucyrcrByer, Tepsier | 4/4 Nurepdaza
UHTEHCUBHOCTb B
NPOJIBUHYTHIX 3apOJIbIIIIAX
1a* [Ipucyrcrpyer, tepsier | 4/4 Nurepdaza
UHTEHCUBHOCTb B
NPOJIBUHYTHIX 3apOJIbIIIIAX
1b™ [TpucyrcTByer 4/4 WuTepdaza
1b* [TpucyrcTByer 4/4 WuTepdaza
1b* [TpucyrcTByer 3/3 Wntepdaza
1h* [pucyrcTByeT 3/3 Wurepdasa
1ct Her 4/4 Mertadaza
1c* [TpucyrcrByer 4/4 Wntepdaza
1c* [TpucyrcTByer 4/4 WuTepdaza
1c* [TpucyrcTByer 4/4 WuTepdaza
1d™ Her 4/4 Mertadaza
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1d* [TpucyrcTByer 3/4 Wutepdaza
1d* [Ipucyrcrpyer, tepsier | 4/4 HNurtepdaza
WHTCHCUBHOCTh B
NPOJIBUHYTHIX 3apOJIbIIIAX
1d* [TpucyrcrByer, Tepsier | 4/4 Amnadaza
UHTEHCUBHOCTb B
MPOJIBUHYTHIX 3apOJIbIIIax
) Her 212 Amnadasa
a
[pucyrcrByer 2/2 Tenodaza
3a [TpucyrcTByeT 3/4 Hutepdasa
3A [IpucyrcrByer 4/4 HuTtepdaza
oh Her 212 Amnadaza
[TpucyrcrByer 2/2 Tenodaza
3b [TpucyrcTByeT 3/4 Hutepdasza
3B [TpucyrcrByer 4/4 Hurepdaza
, Her 212 Amnadaza
c
[IpucyrctByeT 2/2 Tenodaza
IIpucyrcrByer, TepseT
3c WHTCHCUBHOCTh B | 3/4 Wurepdasa
NPOJIBUHYTHIX 3apOJIbIIIAX
IIpucyrcrByer, TepseT
3C WHTCHCUBHOCTh B | 44 Wurepdasa
NPOJIBUHYTHIX 3apOJIbIIIAX
2d" Her 4/4 Mertadaza
2d° [IpucyrcTByeT 4/4 Uurepdasa
[Tpucyrcrayer, TepsieT
3d WHTCHCUBHOCTh B | 4/4 Wnrepdaza
NPOJIBUHYTHIX 3apOJIbIIIAX
Her 2/2 Amnadaza
3D
[TpucyrcrByer 2/2 Tenodasza

[IpocnexuBanne akTUBHOCTH MAP-KMHAa3HOrO Kackajga B OTAECIbHBIX KIETOYHBIX
JIAHUIX

[TockonbKy MaTTEPH aKTUBAIWHU MOKa3al 3aBUCUMOCTh HAJTHYHS aKTUBHUpOBaHHBIX (popm Erkl1/2

OT CTaJAUU pa3BUTHUA U KOHKpCTHOf/'I KJI€TOYHOM JIMHHH, CO6paHHBIC JaHHBIC ObLIM HaHECEHBI Ha

TeHEaJOrHYeCcKoe IPEBO OJIACTOMEPOB.
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Pucynox 9. I'eneanoeus 6racmomepos A. Virens. Akmusnas popma MAPK ommeuena 3enenoi 3a1u6Kotl,
cumsis 3anueka — omcymemeue cuenana dpErk1/2. U — unmepghasa, Il — npogpaza, M — memacpaza, A/T —
anapaza/menoghasa.

HO}Z&VEHL{& UCHYE3HOB6CHUEe U COXPAHEHUEe CcucHala 6 npoyecce ap06fl€HM}Z U evioeneHUs

KIeMOYHbIX IUHUL, OeMOHCmpupyemoe oiacmomepamu keaopanma A

B obeunx knerkax nuHumn A, Makpomepe 1A u Mukpomepe la, Mbl He BUJMM CUTHAJa HA MOMEHT
X HaOmoJeHus B aHadasze 4eTBEPTOTO IMKiIA ApobieHus. JlmHus la HE WMeeT cHUTHaja Ha
MOMEHT pa3JielieHus Ha la’ u 1a? (Habmro/1aeM pacxosKJIeHHE XPOMOCOM B aHadasze). 3aTeM, KaKk
Mbl HaOmromaeM Ha craguu 2 (16 GmacTtomMepoB), 00e KJIETKH MPHOOPETAIOT SIPKUM CHTHAI,
JIeTEeKTUPYeMblIii B nHTep(hasHbIX sapax. Heckoabpko mo3xke, K MOMEHTY BbiaeneHus 3d, curHat
MpomajaeT B JIMHAK la', K MOMEHTY BCTYIUIGHHS 3TOTO GiacToMepa B mpodasy CIepyIOIero
ukta apodsenus. Ha craguu 3.2 (23 Gi1acTOMEpOB) MOI0OHBIH SIPKUiT CHTHAT HAOIIOIAeTCS U B
oGenx Kmerkax-nmoromkax a’(la'’1a'? ), takke HaxomsmmMXcs B unrepdaze. K craguu 4 (32x
KIETOK) B KIETKE la'™ CHrHam OTHOCHTENBHO CHaOblil, 3aTyxaeT MO Mepe KOHICHCAIHH

111 la

XpOMaTHHA Tepel pa3ieiiecHueM Ha la 12 B gnerke 1a'? curman ocraérest craGuIBHO

CIIa0BIM.
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Bractomep la’ ma cragmu 17 GIaCTOMEPOB IO-TIPEXKHEMY IEMOHCTPHPYET CHTHAI B

uHTEepha3HOM s/Ipe, UcUe3alommid K craguu 23X 6JacTOMEpOB, KOTAa Mbl Ha0JII01aeM KIIETKH B
2122

MmeTadasze aenenus Ha 1a” *“. [losBnsieTcss BHOBb Ha CTaANM 32X KJIETOK, CUTHAJI B UHTEP(a3HbIX

sApax, BHa4YaJIC HpKHﬁ, IHOCTCIICHHO SaTYXaIOIHHﬁ.

B makpomepe 1A u ero motomkax, 2a u 2A, curHaj 1o pa3felieHusl OTCyTCTBYyeT. B nuHum

MHKpOMEpa BTOpPOTO KBapTeTa 2a MblI BIIEpBbIC HaOJIOaeM CUTHAI B MHTEpQa3HBIX sapax Ha

craguu 16 ki. Cur"an coxpaHsieTcsl Ha ctaauu 17 KJIETOK, 3aTeM, K CTaJuM 3.2, ucye3aeT U3
1 2.

anep. Ha cragum 4.4 mpoucxoauT pasieneHue Ha 2a- W 2a“; Mbl BUJIUM, Kak CHUTHA,

OTCYTCTBOBaBIIMK B aHadase, MOSBIAECTCA B Telodasze, MPU ITOM OTMEYas €ro BBICOKYIO

HNHTCHCUBHOCTD.

B nunum makpomepa 2A cur”ai He HaOMI01ae€TCA KaK /10 pa3/iejeHUusI MUKPOMEpa U MaKkpoMepa
(cramus 1), Tak U B JouepHeM Makpomepe (craaus 2). AktuBHas popma Oenka MOSBISETCS B
KOHIIe cTaguu 3.2, B Tenodase nmociue pasznenenus 3a u 3A. OOHapyXuBaeTcs B UHTEP(a3HbIX
sanpax oOeux KiIeTok, 3a W 3A, B teueHuu craguii 3.2 u 4, HO B 3a ObIcTpee TepsieT

WHTCHCHUBHOCTE. TeM HE MCHCC, COXPAHACTCSA Ha MPOTAKCHUN CTaAUN 4,

HO}ZG.'IGHLIG, UcCuesHoeeHue u Coxpanenue cucHala 6 npoyecce ()pO&'l@Hllﬂ U evlOeleHUs

KJ1€NOYHbIX ,71[1[1[[[, ()({1I()116'17'1pllpy6,1~l()6 6,wcm(),1~lepa.1~11,1 K(fél()[)allﬂla B.

[TarTepHsl oOHapyxeHus akTHBHON ¢opmbel Erkl/2 B nuHMM mOTOMKOB Makpomepa B
UJCHTUYHBI MaTTEpPHAM, OMMCAHHBIM JJIS JIMHUM MOTOMKOB Makpomepa A, 3a €JUHCTBEHHBIM

OTJINYMEM B COXPAHEHHMH CUTHAJa KJIETKON 1b™ 110 xoHma craum 4.

]7()”6‘.761[1/16, UC4e3HoeerHue U COXpAadHeHue CcucHala 6 npoyecce ()[7()616/&[)[ u evloenenus

KNeMOYHbIX TUHUL, 0emMoHcmpupyemoe odnacmomepamu keaopanma C.

Ha craguu 1 nBa w3 4eThIpéX aHUMAIbHBIX MHUKPOMEPOB IMEpBOro kBaprera, lc u 1d,
JNEMOHCTPHUPYIOT SpKHMii curHai. Paznmuuums mexnay Mukpomepamu kBajapantoB A, B u C, D
COXpaHsIoTCS U Janee. JIMHMM MUKpOMEPOB, pOAOHAYAIbBHUKAMH KOTOPBIX SIBJISIOTCS] KJIETKU 1c
u 1d, 3aMeTHO ONepPEeKAIOT JIMHUK CECTPUHCKUX MHUKPOMEPOB la 1 1b 1 MoKa3bIBAIOT OTIHYUS B
narrepHe aktuBanuu Erkl/2. Tak, Ha ctpaguu 3.1, B TO BpeMs Kak sipa CECTPUHCKUX KJIETOK
HaxXoaATCs B UHTepdase, Mbl HabmomaeM uxXx B mnpodaze u aHadaze COOTBETCTBEHHO.
XpomocomHslii Matepuain lc u 1d He nokaseiBaeT curnana Erk1/2, B ornmmuume ot snep lau 1b Ha
TOM ke cTanuu. Bropoe oTiuuue B marrepHe ApoOsieHus: MPUXOAUTCS Ha CTaauio 4, rae KIeTKU

It u 1d' maxomsrcs Ha MPOJBUHYTHIX CTamusax JeneHus (mpodaza u  Meradasa,
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COOTBeTCTBeHHO), U HC HCCYT CHUI'HAJIa, B OTIIMYUC OT COOTBCTCTBYIOIIUX MPOHU3BOAHBIX ABYX

JIPYTUX KBaJIPaHTOB.

[ToBenenue curHana B JIMHUM NOTOMKOB MakpoMepa C Takxe ciierka OTIUYaeTCsl OT OMUCAHHOTO
s kBagpanToB A u B. Tak, curnan B kinerke 2C  HEOJHOKPATHO 3aMeTeH Ha ctaaud 2 (16
omacromepoB). K cragum 3.1 oH, TeM HEe MEHee, HE ACTCKTHUPYETCS, KaK U B CECTPUHCKHUX
makpomepax 2A u 2B. [locne pa3znenenus K MOMEHTY HaOIOJCHNUS HA CTaAUU 3.2 Ha JTUHUH 3C
u 3C (mabmonaem B uHTEpdase), Mbl IETEKTUPYEM CUTHAI B JOYSpHEM MUKpoMepe, 3¢, HO HE B
Makpomepe. BHoBb curnan nosisisgercs B 3C K craguu 32X KJIETOK WM TMOCTEIEHHO TEpSET

HHTCHCHBHOCTDb Ha MMPOTSXKCHUU CTa AN 4.

[losienenue, ucuesnogenue u COXpaHerue cucrala 6 npoyecce ()IDO(W),'[QHZ/I}Z U ebloeeHUs

KJIeMOYHbIX TUHUL, 0eMoHcmpupyemoe oracmomepamu keaopanma D.

Kierka 1D — eaMHCTBEHHBIH Makpomep, AEMOHCTpPHPYIOIIUi Hamuuue aktuBHou Erkl/2 na
cTaauu 8 KJICTOK (MBI HAOIIOaeM €ro B MaTepuajie XpOMOCOM Ha CTaausaX Mo3JaHel aHadassl U
tenodassl). 3arem, Ha cTtaauu 3.1, curHAN akTHBEH B KieTke 2d HO mcue3aeT B 2D (Habmomaem
untepdasznbie aapa). Ha craguu 3.2 Mbl BUAUM SIPKUI CUTHAT B MOMEHT OOpa30BaHUS KIIETOK
3D u 3d. Ha s1oit u B Teuenue nocnenymomend craauu 3.2 Mbel HaOmonaem curHan B 3D, He
JICTEKTUPYEMbIil Ha MPOTSHIKEHUHU 3TOr0 THeprojaa B cecTpuHCkux makpomepax (3C, 3A, 3B).
OTOT CUTHAJ Mcye3aeT B Hadase craguu 4 (Mbl Hab01aeM aHada3Hble XPOMOCOMBI), HO BHOBb

MOABIIACTCA B TGJIO(I)EBC OTACIICHUA COMaTO6J'IaCTa, 4d.

CurHasl B JIMHUM TOTOMKOB 20 coXpaHsieTcs BIUIOTh O CTaauu 4, TJie ero JEeMOHCTPHUPYET

KJIETKA 2d2, HO TepsieT 2d*, Haxomsmascs B MeTadase.

[TosryueHHBIE NaHHBIE TOBOPSAT O MHOTOKPATHOM BOBJI€4YeHMH MAP-KMHa3HOrO CHUTHAJIBHOIO
IyTH B Ipolecchl paHHero pa3BuTus A. Virens. Hambonee paHHssI 3apernCTpHpOBaHHAs
aktuBauugs MAPK B Onacromepax [nopcaibHOW CTOPOHBI BOCBMHUKIIETOYHOIO 3apojiblllia
YKa3bIBa€T HAa BO3MOXXKHOCTh PAaHHUX MHIYKTHBHBIX B3aUMOJEHUCTBUM, OMpPENEISIONIMNX WU
3akperustonux 3a 6macromepamu C u D kBagpanTta ux cneruduueckue cyab0Oel. OOpamiaer Ha
ce0s BHMMaHHME M TOT (aKT, 4TO CHTHajd akTUBHOM Erk1/2 mosBisercs B JMHHSX KIETOK,
OTepeKAIOIINUX MO TEMIIaM MPOXO0XKJIEHUS MUTOTHUYECKOTO IUKJIA CBOMX FOMOJIOTOB M3 JPYTHUX
KBaJpaHTOB. OTO cmpaBe/muBo miusi OmactomepoB lc u 1d, 1D, 2D wu 3D. J[launyio
3aKOHOMEPHOCTh MOYXHO IOMBITAThCS YBSA3aTh C HACIEIOBaHUEM OoJblleil yacTu cBOOOIHOM OT
XKenTka (T.H. aKTUBHOM) IUTOIUIa3Mbl KIMEHHO 3TUMH KJIETKaMH. J{Jsl ciupanbHOro JpoOiaeHus,

0COOEHHO reTCPOKBAAPAHTHOI0, JaBHO MPCAINOJaracTrCsa CyImECCTBOBAHUE HUTOINNIAa3MaTHYCCKUX
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JETEPMUHAHTOB pa3BUTHs MO ToMy Wiu uHOoMy myTH (Wilson, 1904). MoXHO MpeanoaoxKuTh,
9YTO MMEHHO COJICp)KaHHE aKTUBHOW (TIOJSPHOM) IUTOIIa3Mbl 00YCIABIMBACT 3aIyCK KacKaja
MAPK. D10 Bceleno moaTBEpKIACTCs B OMbBITAaX 10 yIaIEHUIO TOJsipHOi jtonactu y . obsoleta,
B pe3ysbTaTe KOTOPBIX mosiBieHue audochopuampoBannoin Erkl/2 e nabmomanocs (Lambert,
Nagy, 2001). Pe3ynbraThl SKCIIEPUMEHTOB 110 HMHTHOMPOBaHNI0 MAP-KWHA3HOTO CUTHAIMHTA Y
A. virens yka3pIBarOT Ha ero (pyHKIIMOHAIBHYIO 3HAYUMOCTh HMEHHO Ha CTAHSIX JI0 pa3aeiCHUs

3D (Kozin et al., 2016), kora Ta KJIeTKa sBIseTca exuHcTBeHHBIM APErk1/2* Makpomepom.

Takum 00pa3oM, OMMCAaHHBI HAaMH TATTEPH AaKTUBHOCTH MAP-KMHA3HOTO TyTH XOPOIIO
COorJacyeTcsl ¢ dKCHEPUMEHTAIbHBIMU JIaHHBIMH, TOJYYEHHBIMU Ha 3apOJIbIIIaX MOJUTIOCKOB U
aHHenua. Mbl npeanonaraeM yuactue kackaga MAPK B onpenenenuu cyanObl kBagpanta D u

€ro BO3MOXKHOM pOJIK opranuzaropa y A. virens.

DBOJIIOIMOHHAS HHTCPIPCTALNA

CriupanbHbIi TUI APOOIJICHUS IEMOHCTPUPYET HaM JIBE€ CTPATEruu Pa3BUTUSI — FTOMOKBAIPAHTHOE
IpoOJIeHNe, CUUTAIONIEECS aHIECTPAIBHBIM, TJI€ CYAbOBI KIETOYHBIX JIMHHUN ONPENENSIOTCS B
pe3ynbTare HMHIYKTUBHBIX B3aUMOJICHCTBUN MEXAY AaHUMAJIbHBIMM MHKpPOMEpamMH U
MHUKpPOMEpaMH, U Te€TEePOKBAJPAHTHOE, IJle YCTAHOBJIEHHE KJIETOUHBIX CyJae0 Jae’IerupoBaHO
MaTEpUHCKUM JAeTepMuHaHTaM. [lo MeHblIel Mmepe, UId Kiaabl MOJUIIOCKOB OHO SBIISETCS
npoaBUHYThIM mpu3HakoMm (Henry, 2014). AHuecTpaqbHOCTh XK€ TOMOKBAIPaHTHOTO THIIA

I[pO6J'I€HI/I$I B I'pYIIIC NOJUXET ABJISACTCA JUCKYCCHUOHHBIM BOIIPOCOM.

OOHapy)XKeHHBII HaMH TATTePH aKTUBHOCTH MAP-KMHAa3HOrO Kackaga HE COOTHOCHTCS C
IPEICTABICHUSAMA O (DYHKIMOHMPOBAHWHM OpraHu3aropa y u3ydeHHbIx monuxer Capitella u
Hydroides. HeoxwumaHHO, OH TpPOSBISET CXOJACTBO C KApTHHOW, HAOMIOJaBIICHCS TIpU
HCCIIC/IOBAaHUM JTOTO Kackaga y TeTepOKBagpaHTHO apodsiuxcst ractpormon Crepidula wu
llyanassa. Tak, Bo Bcex TpéX ciydasx BHaualie ObUIa OTMEUCHA aKTHBAIMs ITOrO Kackaaa B
AHUMAJBHBIX MHKpPOMEpax, 3areM — B Makpomepe 3D, u mocie —B 3D u GOIBIIOM KOJIHYECTBE
aHMMaJIbHBIX MHUKpoMepoB. Takke, kak B 3aponsimie Crepidula, Tak u B 3apossime Alitta,
HaOJTF01aeTCsl aKTHBHOCTD M B MOTOMKaX kiieTku 3D — makpomepe 4D u mezeHTobnacte 4d.

VCKIFOUNTENIbHOM OCOOCHHOCTBIO SIBISIETCS TO, YTO B pa3BuTHU A. VIFens Mbl HaOromaeM
cnenuGUUHYIO IS JTOpCalbHOM cTOpOHBI 3apojsiiia aktuBaiuio MAPK (1d, 1c u 2D). Mu
CKJIOHHBI PAacCMaTpHUBaTh TUIIOTE3y, YTO ATO IPOUCXOAUT BCIECICTBUE PAHHETO YCTAHOBJICHHS

I[OpC&JIBHOﬁ Cy,[[I:6I>I B 3apOoJbIIIC. KocsenHbIM NOATBCPKACHUCM TOMY MOTYT CUHHTATLCA
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OTIIUYMSI B CKOPOCTH ApPOOJEHUS M MarTepHax manpHeimielr aktuBHocth MAPK B Kierkax-
MMOTOMKAaX 3THX JIMHUM.

bbuto Obl 3aMaHYMBO CUMTATh, YTO MBI JIETEKTUPOBAJIM aKkTHBHYIO (opmy MAP-kuHazbl Ha
MPOTSKEHUH JITUTEIBHOTO MEePHoJia € MATOro M0 HAaYyalo MIECTOro LUKIOB ApoOiieHus, ciae1aMu
aHLECTPAIbHOM MPOrpaMMbl Pa3BUTHS, TaK KaK MO CPABHEHHUIO C JIPYTUMH HCCIIEIOBAHHBIMU
obbekTamu, Alitta virens npezacrasisier co0oit Harbosiee 6a3aabHYI0 BETBb (DHUIOTEHETUYCCKOTO

ApEBa MOJIUXET.

Priming of the Specification of 3D Activity of the Activity of the

first quartet (1q) Lateral Inhibition? organizer, 3D organizer, 4d
MAPK, ? MAPK, ? ? ?

Specification Activation of 3D Activity of the Activity of the
of D macromere organizer, 3D organizer, 4d
s MAPK, ? MAPK, ? ?

Pucynox 107. Cneyupurayusi keadpanma D u axmusHocms dmMOpUoHaiIbH020 opeanuzamopa y Spiralia.
(TTo Henry, 2014).

A-D — comoxeadpanmmnoe cnupanvioe Opobnenue. Jlunus D onpedersemcs 6 pesyrbmame
83AUMOOCUCMEUS ¢ AHUMATbHLIMU MAKpoOMepamu 6 nepuod 5-6 yukia opobneHus (3eiienvie U KpacHvie
cmpenxu).

A'-D’ — ecemepoksadpanmmnoe cnupaivhoe opoobnenue. Jlunus D demepmunuposana mamepunckumu
Gaxmopamu (po306vie MoOUKU), HO UHOVKYUOHHOE 83auMOOelicmeue uepaem poiv 8 eé cneyuuxayuu
U/unu 8030eticmeuy Ha NPoU3800HbLE OPYeUX K8AOPAHIOE.
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BriBoabI

1. AxrtuBHas mudochopunupoBannas ¢popma Erkl/2 Bosnedena B pasButue 3apozpiima A.
virens Ha cragusx apoOieHus. [lpu 3TOM HaONIOJAaeTCS MCKIFOYUTENBHO siepHast
JOKaJIM3alus JaHHOTO Oernka.

2. Tlarrepus! aktuBammu MAPK cnennpuunbl A KOHKPETHBIX JIMHUM 0JacTOMEpoB, B
yacTHOCTH s kBaapanta D. B xoxe apoGnenus axtuBHas ¢opma Erkl/2 mosxer
HEOJJHOKPATHO TMOSIBJIATHCS U UCUE3aTh B PSAAY KIETOUHBIX MTOKOJICHHUM.

3. Ha popcanbHO#l cropoHe 3apoppimia HaOmromaeTcs auddepeHIanbas aKTUBALUL
MAPK B KoHII€ TPETHETO U YETBEPTOr0O MUTOTHUECKOT'O IIUKJIa, a TaKke B Makpomepe 3D
B Hayajie MATOro 1UKJIA.

4. Xapaktep MNpPOCTPAHCTBEHHOW aKTUBHOCTM MAP-KMHA3HOrO CUTHAJBHOTO IYTH
YHUKAJICH I UCCIIENOBAHHOIO BUJIA NIOJIUXET, HO ITOKA3bIBAET CXOJACTBO C ONHCAHHBIM

s Spiralia narTepHOM B aHUMAaJIbHBIX MUKPOMEpaX M ME39HTOACPMAIILHOM OiacTomepe
3D.
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