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W3BecTHO, 9TO crienm¢uKaims KJISTOYHBIX JUHUN BO BpeMsl pa3BUTHA y Spiralia odbecrieanBaeTcs MaTe-
puHCKUMU akTopaMu. OTHAKO HeAaBHUE UCCIEA0BAHUS TPOIEMOHCTPUPOBAIN BaXKHOCTh MHIYKTUBHbBIX
MPOIIECCOB, CYIIECTBEHHBIM 3JIEMEHTOM KOTOPBIX CYXKUT KJIETOYHBIN CUTHAJIMHT. Halm maHHBIe JaloT oc-
HOBAHUSI TOBOPUTH O 3aBUCUMOM crielu(UKaLIMU Psijia KIETOUHBIX JIMHUI HA paHHUX CTAAMUSIX PA3BUTHUS
moJsumiocka Testudinalia testudinalis (Testudinalia tessellata, Patellogastropoda), B ToM 4uciie, KOTIa IIPOMC-
XOJUT orpejiesieHre KiaeTku 3D, conpoBoxaatoiieecsi uaMeHeHueM (opMbl U YCTAaHOBJIEHEM KOHTaKTOB
C aHUMaJIbHBIMU MUKPOMEpPaMU OJTHUM M3 MaKPOMEPOB TPETheTo KBapTeTa. FIMEHHO B 3TOT MOMEHT B OJ1a-
croMmepe-opranuzatope 3D Oblia otMeueHa aktuBauuss MAPK. Tlpu aHanuze BausiHUSI GyioKaTopa
MAP-kunasnoro nytu U0126 Ha passutue Testudinalia Hamu GbUIO MOKA3aHO, YTO HAUOOJIbIINA 3¢ deKT
WHTUOMTOpA HAOTIOAAETCS MPU KYJIBTUBUPOBAHUY 3apObIIIEii 1O IIECTOTO IUKJIIA APOOJIEHUS, TIPU STOM
cJieyeT OTMETUTh, YTO UMEETCS LIKaIa KOPPEISILIUU BRIPAXKEHHOCTH Ae()EKTOB U MOBBIIIEHUs KOHIIEHTpa-
uuu. Ipu JnTeIbHOM cofepXaHUK 00beKTOB B pacTBope U0126 y 3HAYNTENBHON YaCTU IMYUHOK OTME-
YEeHO OTCYTCTBHE (PYHKIIMOHUPYIOIIETO PeTpaKTopa, Ae30praHU3as MBIIIIEYHOM CUCTEMBI, HEHOpMaJTb-
HOE CTpOeHUE PAaKOBUHBI (BILJIOTH IO TTOJTHOTO OTCYTCTBUSI), TTapyca, HOTM, MAHTUHHOM CKianku. B To xe
BpeMsT HU B OIHOM M3 DKCIEPUMEHTOB He ObLIO MOJYyYEeHO MOJIHOTO HapyIIeHUs CITelu(MUKai J0pCo-
BEHTPAJIbHOI OCH, TIPUBOSIIETO K Pa3BUTUIO TMYMHKU C YEThIPEXJTy4eBOI pagadibHON CUMMETpUEN. DTO
TOBOPUT B I0JIb3Y CYIIIECTBOBAHUS PA3HBIX MOJIEKY/ISIPHBIX MEXaHM3MOB OMpeeeHUsI BTOPUYHOM OCH Te-
Jla cpeIy XXHUBOTHBIX TPYIIbI Spiralia.
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PackpbiTe MeXaHU3MOB AeTePMUHALIMM KJIETOY-
HBIX JIMHUI U CTAHOBJIEHUSI OCEBbIX OTHOIIEHUM SIB-
JISIeTCsl aKTyaJIbHOI 3amaveit Ononoruu passutusi. Ha
npuMepe TpeacTaBuTeseld rpynibl Spiralia, T.e. Xu-
BOTHBIX CO CITUPAJIbHBIM TUIIOM pa3BUTUS (AHHEJIU-
nbl, Mosmocku, HeMepTUHBI U Jp.) UCClIeIOBaHUS B
9TOM 00J1aCTU UMEIOT 0oJiee YeM BEKOBYIO HCTOPMUIO.
OnHaKo CI0XKHOCTb pellleHUs] MOCTaBIeHHbIX 3a71a4 B
HEMaJIOW CTEeNEHU OIPEAesieTCs] MHOTOYPOBHEBBIM
B3aIMOJECVCTBUEM B 3MOpPHOTEHE3€ >XKUBOTHBIX pa3-
JIMYHBIX 3JIEMEHTOB F€HETUUECKUX PETYISTOPHBIX ce-
Tel, YIIpaBISIOIINX KaK crieupuKaleil ornpeaesieH-
HOTO IOMEHAa 3apOo/ibIllia, TaK U KJIETOUHOU mpoude-
paumeii, muddepeHraneit 1 MOpOTeHE30M.

Spiralia — rpynmna TUIMOB >XXMBOTHBIX, pa3inyaro-
LLIMXCS BO B3pOCJIOM COCTOSIHUU CTpOoeHUeM Tesia. Mo-
JIEKYJIIpHBIN aHaJIM3, OJHAKO, B IIEJIOM YKa3bIBaeT Ha
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OIM3KOPOACTBEHHbIE (PMIOTCHETUYSCKUE OTHOIIIE-
HUS MeEXOy TIPpEeACTABUTEISIMU Pa3IAYHBIX TUIIOB
BHyTpu 3Toi1 rpynIibl (Peterson, Eernisse, 2001; Mal-
latt, Winchell, 2002; Nielsen, 2001, 2003; Baguna, Riu-
tort, 2004). Kpome TOro, 3apoapIiiid 3TUX KMBOTHBIX
XapaKTepU3YIOTCSI BLICOKUM CXOJCTBOM Pa3BUTHUSI, B
YaCTHOCTU APOOJIeHWE, TaCTPY/ISIIUS U JTUIMHOYHBIN
OpraHoreHe3 MPOTEKAIOT B BBICIIIEH CTENIEHU CXOMIHO,
BILIOTH O COBITaJICHUS MTPOCIIEKTUBHOTO 3HAYCHUS
oTmenbHBIX OjlactromepoB (cM. WMBanoBa-Kaszac,
1995), a aHanU3 KJIE€TOYHBIX JUHUN OOHAPYXKMBAET
MOTpsicalolINii yPOBEHb KOHCEPBATHU3Ma MIpOorpaMM
pazButug (Render, 1991, 1997; Dictus, Damen,
1997; Boyer et al., 1996, 1998; Maslakova et al.,
2004; Henry, Martindale, 1998; Ackermann et al.,
2005; Kostyuchenko, Dondua, 2006).
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XapakTepHoil 0COOEHHOCTBIO Spiralia sgBisteTcs
pa3BuUTHE ¢ JIMYMHKOI TPOXO(MOPHOro TUIIA, HAYaJIb-
HbIE 3Tarbl KOTOPOTO OCYIIECTBIISIOTCS ITyTEM TaK Ha-
3bIBAEMOTI0 CIUMPAIbHOTO NpodneHus. [TomyuuBiime-
Ccsl B XO[I¢ BTOPOTO JeJeHUsI 3UTOThI YeThIpe KJIETKU
(TIo3gHEE M COBOKYITHOCTD ITOTOMKOB KaXKIOM M3 HUX)
Ha3bIBalOT KBagpaHnTamu (cM. MUBanoBa-Kazac, 1975).
KaxnoMy KBaapaHTy MpPUHSITO OaBaTh OYKBEHHOE
obosHaueHue A, B, Cvom D. Korna rakvie KJIeTKA O -
HaKOBBI B pa3Mepax, IpodJieHre Ha3bIBalOT TOMOKBA/I -
PaHTHBIM, €CJI XOTs Obl OIHA U3 YETHIPEX KJIETOK OT-
JIMYaeTcsl Mo pa3Mepy — reTepoKBalipaHTHBIM. B 110-
clleHeM ciydae, Kak MpaBwuio, KBaapaHT D sBiseTcs
camMbIM KpynHbIM. OH pacroJioXeH Ha JIopcalbHOM
CTOPOHE 3apoJpblilia ¥ BO BCEX CIydYasix CIIMpPaTbHOTO
TUIIA Pa3BUTHS UTPAET OCOOYIO POJIb, SIBJISISICH UCTOY -
HUKOM 3HTOME30/I€PMbl U 3HAUUTEJIbHOU YaCTH 3KTO-
JIepMbl TeJia XuBOTHOro. IIpu »BoroLIMOHHO OoJiee
JIpeBHEM rOMOKBAJIPaHTHOM CITUPAIbHOM ApOOJIeHUU
(MBanoBa-Kazac, 1995) kBagpaHTbl Ha paHHUX CTa-
JIUSIX pa3BUTUSI HE OTJIMYAIOTCS APYT OT ApYyra, rmoka
He MOSIBSATCS MPU3HAKU HapylIeHUs paaualibHOM
CUMMETPUU B TMOJIb3Y OWUJIaTepAIbHOU MyTeM M3Me-
HEHUSI MOJI0KEeHUs 6J1aCTOMEPOB U BBIYJICHEHMUS T10
MopdosornyeckuM MNpu3Hakam kBaapanta D. o
TeX Mop, MOKa KBaApaHThl HEPA3IUIMMBbl, MAKPOME-
pBI MPUHATO 0003HaYaTh OyKBoit Q (M M), a MUK-
pomepsl — g(m).

WM3HavyaqbHO KJIACCUYECKMMU BKCIIEpUMEHTaMU
M0 U30JSIUUM WK yaajleHuto 6sactomepoB (Wilson,
1904a, b; Costello, 1945; Clement, 1952 u ap.) 6bU10
000CHOBAHO IPeICTaBJIEHUE O TOM, UTO y Spiralia crie-
HubuKalumusl pasHOOOpa3HbIX KJIETOUHBIX JIMHUN BO
BpeMsl pa3BUTUSI JIMYMHKU Tpoxodopbl obecrevyrBa-
€TCsl MaTEPUHCKUMU (pakTOpaMu, KOTOPbIE CUHTE3U-
pyloTcsi BO BpeMsl ooreHe3a. Kak TmosararoTt, Tocie
OIUIONOTBOPeHUS 3TU AeTepMuHaHThl, UPHK n/umn
0esKu, B X0JIe 0OTIa3MaTUYECKO cerperaluuy Imormna-
JIal0T B CTPOTO OMpeAeSeHHbIe OJacTOMEPhl U Al0T
Hayajio CrelMaIu3UPOBAHHBIM KJIETOUHBIM KJIOHAM,
KOTOPBIE UCIIOJIB3YIOTCS Kak Mpy POpMUPOBAHUN OP-
raHOB JIMYMHKU, TaK U Ha 00Jiee MO3AHUX CTaausIX pa3-
BuTUS. OJHAKO yXe KJIacCUYecKue 3KCIepPUMEHTbI
MO3BOJISUIN ClIEJIaTh BBIBOJ U O BEPOSITHBIX PETYJISITUB-
HBIX ITpolleccax.

Tak, Busicon (Wilson, 1904b) onuceiBaeT cepuio
9KCIIEPUMEHTOB ¢ pAHHUMMU 3apOJIbIIIaMU MOJUTFOCKA
Dentalium, pa3BuTrie KOTOPOTO IIPOMCXOIUT C 00Pa30-
BaHMEM CHayajla B XOJI€ MEePBOro, IOTOM BTOPOTO JAe-
JIeHUSs1 ApOOJIeHUSI 0COO0T0 BpEMEHHOI'O BEIPOCTA, TaK
Ha3bIBacMOI MOJIsIpHOU jonactu. Kaxnpiid pa3 3Ta
JIonacTh COEAWHEHA TOHKMUM IIMTOIIa3MaTUYECKUM
MOCTHKOM C OJHUM 13 00pa3yroluxcs 0JJacCTOMEPOB 1
B KOHEYHOM uTOTre Haciemyercst oiactomepom D. Co-
[JIACHO pe3yJibTaTaM OIbITOB IO pa3iesieHUIo 61acTo-
MepoB (Wilson, 1904a, b), u3 4yeTbipex UMEIOIIUXCS
KBaJpaHTOB TOJBKO D crtocobeH K 00pa30BaHUIO KIle-
TOK, JalIIUX Hayajgo aHTome3onepme. Ecinu nossip-
HYIO JIOIIACTh, YIAJIMTh, TO TaKUe “TIPOONICPUPOBAH-
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HBIe” 3apoAbIII HEe 00pa3yloT Me30aepMalibHbIC TT0-
JIOCKM. HccnenoBanue ITOCTIaCTPY/ISILIMOHHBIX
3apofplieii (T.e. JMIMHOK), Y KOTOPBIX ObLIa yIaJieHa
nepBasi IOJISIpHas JIOIACTh, I0KA3aJl0 OTCYTCTBUE Yy
HMX 324aTKOB OOJIBIIIMHCTBA OPraHOB, O0Opa3OBaHMUE
KOTOPBIX MPSIMO WJIM KOCBEHHO CBSI3aHO C ME30Iep-
MOIi: 3aY4aTKOB PAKOBMHHOM Kejie3bl, HOTU U CO0-
CTBEHHO LIeJIoMa.

Knemenr (Clement, 1952, 1956, 1967, 1986a, b), Ha
JIPYyroM BUJIe MOJUTIOCKOB, Ilyanassa obsoleta, npuitien
K BBIBOJIY, UTO yIaJIeHHE KaK IIepBOi1 MOISIPHOI Joma-
CTH, TaK ¥ KBagpaHTta D nian makpomepa D 0o oTnene-
HUSI KIEeTKU 2d NPUBOOUT K PE3KOMY MOAABJICHUIO
MopdoreHe3a: y TaKMX 3apoiblllieil He 00pas3yloTcs
ceplle M KUIISYHUK, a TaKKe paKOBMHA, IJ1a3a, HOTra
1 cTaTouMcT. Pe3ynbrarel, nmojgydeHHbIle KiemMeHTOoM,
MO3BOJIIIOT TOBOPUTH O POJIM MaTepuajia IOISPHOM
sgonactu y Ilyanassa npu 1) nerepMuHAUM JIMHUAA
KJIETOK 1IEJIOMUYECKON Me30JepMbl U €€ MPOM3BO/I-
HBIX U 2) JeTepMUHALIMUA CTPYKTYP, Pa3BUBAIOLIMXCS
W3 IPYTUX KIIETOK, IO BIUSIHAEM MHAYKLIMUA CO CTO-
POHBI MPOM3BOIHBIX SHTOME30ACPMBI.

ITo3xe OBLIO TTOKA3aHO, YTO Pa3BUTHE HEKOTOPHIX
9KTOJAEPMAJIbHBIX MPOU3BOAHBIX 3aPOJIbILICH U TUUM-
HOK Ilyanassa obsoleta TpeOyeT MHIYKTUBHbBIX B3aIMO-
JEUCTBUM MEXIY MHUKpPOMEpaMU U MaKpOMEPOM
KBaapaHTa D yXe Ha CTaguM BOCBMU OJIACTOMEPOB
(Sweet, 1998).

VnaneHuey llyanassa nonsipHoO# J10MAaCTU WU MaK-
poMepa tuHuu D BIUTIOTH A0 CTAAWU Cpa3y IMocie oopa-
30BaHus 3D, IpUBOIUT K (POPMUPOBAHUIO pagualib-
HO-, a He OwIaTepalbHO-CUMMETPUYHON JUUMHKMU,
T.e. JTUYMHKH, He OoOJafarouieil JOPCOBEHTPAIbLHOM
ochio (Clement, 1952, 1962). B cBoux aKcriepuMeHTax
Kraemenrt (Clement, 1962) oGHapy>KWJT, 9TO MAKPOMEDP
3D vHAyHUpyeT MUKPOMEPHI B IIEPUOI MEXITy (op-
MUPOBaHUEM TPEThETro KBapTeTa MUKPOMEPOB U Me-
3eHTOONMacTa 4d, Ha ctaguu 24—28 KJIETOK, T.e. He3a-
JIoJIro 1o aeneHust 3D Ha noyepHue 61acTtoMephl 4D n
4d. lonroe BpeMs MECTO HavaIa MHAYKIINY 1 MOJIEKY-
JISTpHasl MPUpoaa MHAYKTUBHOTO CUTHAJIA OCTaBaIMCh
HEU3BECTHBI.

BaxxHo oOTMeTUTb, 4TO (pakT B3aMMOICUCTBUIA
MeXIy aHUMaJIbHBIMM MUKPOMEPAMU 1 MaKpOMEPOM
3D oTMeuYeH U IS KMBOTHBIX C TOMOKBAaJIpaHTHBIM
JeJIeHueM ApoOJIeHUsI, Korma MopdOJIOTUYECKU He
BbIpaXXeHbI TMPOLIECChl aCUMMETPUYHOIO HacjenoBa-
HUSI Ha cCaMbIX paHHUX [IUKJIaX ApobaeHus. Tak, 3apo-
JBIIKN MoJuTiocka Patella vulgata no ctanguu TpeTbero
KBapTeTa MaKpoOMEpOB 00JIaJaloT YeThIpeXJyuyeBOi
paIuaIbHON CUMMETpHE 0e3 MPU3HAKOB JTOPCOBEH-
TpaibHOI nosisipHocTu. OTHAKO, BCKOPE TTocjie o0pa-
30BaHUS 3TUX MAKPOMEPOB, OJIUH U3 HUX BLITSATHBAET-
Csl MU IPUXOJUT B KOHTAKT C aHUMaJIbHBIMU MUKPOME-
pamu. Takoii BBITSSHYTBIA MakpoMep cTaHOBUTCS 3D,
T.e. ME30JIepMOOOPa3yIOIIMM U MapKUPYIOIIUM 0pP-
CaJIbHYIO CTOPOHY, ECTECTBEHHO, YTO M CaMU 3apOJibl-
I, Ha4YnHasi ¢ 9Toro MOMEHTa, U JIMYUMHKU HUMECIOT
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BBIpa>keHHYIO JOPCOBEHTPaIbHYIO Och (van den Bigge-
laar, 1977). Ilpu 3ToM moka3aHoO, 4To IJis 3(ddeKkTa
Jopcaau3allid W Me30AcpMaIM3alu HeoOXxoguma
B3auMMHasi UHAYKLMST MakpoMepa 3D 1 aHUMAaJIbHBIX
MukpomepoB (van den Biggelaar, Guerrier, 1979; Da-
men, Dictus, 1994, 1996).

HckimouunTenbHas pojib MakpoMepa 3D, Kak B CITy-
Yae TOMO-, TaK M TeTepPOKBaIPAHTHOIO CIIMPAJIbHOTO
pa3BUTHS, TIO3BOJISIET HA3bIBATh 3TOT OJIACTOMED BM-
OpHOHAIBLHBIM OPTraHMU3aTOPOM, T.K. OH WHAYLMUPYET
pas3Hble CynbObl (KIETOUHBIE TMHUN) Y KOHTaKTUPYIO-
IIMX C HUM KJIETOK M HEOOXOOMM ISl OpraHU3alluy
HOPMAaJIbHBIX OCEBBIX OTHOIIICHUI 3apOJbIlla U B TTO-
cneacteue nuuuHKM (Lambert, Nagy, 2001; Gonzales
et al., 2007a). CyiiecTBeHHBIM 3JIEMEHTOM MHIYKTUB-
HBIX IIPOLIECCOB, KOTOPbIE HapsIIy C aBTOHOMHOM CIIe-
HubUKalureid UTparT BaXHYIO POJib B pAHHEM pa3BU-
Tiu Spiralia, CIy>KMT TaK Ha3bIBa€MbIII CUTHAJIVHI, T.€.
MOJIEKYJISIpHBbIE MEXaHU3Mbl Mepefadyd CUTHAJIOB OT
OIHOM KJIeTKU K TeHoMY apyroii. MAPK (ot aHT. mi-
togen activated protein kinase) — nepBbIii U3BECTHBIN
9JIEMEHT TaKOl CUTHAILHOM crcTeMBl y Spiralia (Lam-
bert, Nagy, 2001, 2003). CurHanbHbIN TyTh MAP-KU1-
Ha3el ERK (ot anrmn. extracellular signal-related Kki-
nase) COCTOMT M3 KacKaja MociaeaoBaTeabHO (hocdo-
PWIMPYIOIIUX APYT Apyra KOHCEPBaTUBHBIX OCJIKOB C
KMHAa3HBbIM JIOMEHOM, 3 deKTopaMu KOTOPOTO SIBJIsI-
JOTCSI CUCTEMBI KJIETOUYHOTO 1IMTOCKeeTa, mpojunde-
pauvu u guddepenunposku (Ferrell, 1996; Gar-
rington, Johnson, 1999; Schohl, Fagotto, 2002; Saka-
guchi et al., 2004). DOrot Kackan muddepeHIraIbHO
aKTUBUPYeETCS y 3apobliiia /lyanassa UMEHHO Ha CTa-
W, KOTaa IIPOMCXOIUT B3aUMOACUCTBUE MEXKIY MaK-
pomepoMm 3D 1 MUKpoMepaMu, 1 IIepBOHAYaIbHO aK-
TuBHYIO popmy MAPK oOHapy:KuBaloT B 3TOM 0OJjia-
CTOMepe, OJHAKO BCKOpPE CUTHaJ TIOSIBJISIETCS U B
MHUKpPOMepax, 4TO, KaK MojaraloT, FOBOPUT O Pacmpo-
CTpAaHEHUM WHAYKLMOHHBIX B3aMMOJEMCTBUM, UCXO-
nsmmx ot 3D. M, neficTBUTENbHO, JTUKBUIALIUS UC-
TOUYHMKA CHTHAaJIa, MakpoMepa 3D, IpemoTBpallacT
HOopMaibHYyIO akTmBanmio MAPK B Mumkpomepax
(Lambert, Nagy, 2001).

IMocnennue naHHbIe, MTOTYYCHHBIN Ha HECKOJTBKIX
BUAAaX MOJUTIOCKOB 1 OJTHOM BUJE MOJUXET TOBOPST B
nonb3y yuactus Kackaga MAP-kuna3elt ERK B coObI-
THUSIX pAaHHETO Pa3BUTHS, IPUUYEM, €CITU Y MOJUTIOCKOB
KaK C TeTepOKBaIpaHTHBIM TUIIOM CIIUPAIBHOIO
npoonenus (Ilyanassa obsoleta), Tak 1 ¢ TOMOKBaII-
panTHbIM (Chaetopleura apiculata, Patella vulgata,
Tectura scutum, Haliotis asinina, Lymnaea palustris)
(Lambert, Nagy, 2001, 2003; Koop et al., 2007; Henry,
Perry, 2008), akKTUBHOCTb CHUTHAJIMHTA C y4acTUEM
MAP-KkuHa3bl 0O0HapyXMBaeT OJlacTOMEpP-UHIYKTOD
3D, y nonuxetrsl Hydroides hexagonus MAP-xuHa3-
HBIN IYTh BITEPBBIC TIPOSIBIISIETCS Y TIPSIMOTO TTIOTOMKA
o1acromepa 3D — Mukpomepa 4d, Ipou3BOJHEIE KO-
TOPOTO CJIy>KaT MCTOYHUKOM OOpa3oBaHUSI Me30ep-
Mbl JIMIMHKM u Oymyiero 4depBs (Lambert, Nagy,
2003). C uenbio MOHMMaHUS 3BOJTIOLUY MEXaHU3MOB

cnelUKaMy KJIETOYHBIX JIUHUA U OCEBBIX OTHO-
IIEHWII B paHHEM pa3BUTHUM Spiralia, 0e3ycJIOBHO,
Ba>KHO BBISICHUTh, HACKOJILKO YHUBEPCAJIBbHBI II0J00-
HBIC Pa3IMyus MEXIYy MOJUTIOCKAMM M aHHEIWIAMU.
OaHako Ha HACTOSILEM 3Talle UCCIeI0BaHUN He Me-
Hee BaXXKHO MOHSTH CTeNeHb YHUBEPCATbHOCTU IMOI00-
HBIX MEXaHW3MOB B Pa3BUTHUM MOJUIIOCKOB, IIPEXIe
BCEro HauoboJjiee IPUMUTUBHBIX, TaKuX Kak Patellogas-
tropoda. ITockoabKy MMeEoIIMecs] Ha CeTOMHSIITHUIA
JIeHb TaHHBIC CBUICTEILCTBYIOT O 3aMETHBIX OTIYMSIX
B MaciTabe BoBiaecueHuss MAP-kKmHa3HOro Kackama y
pa3HBIX BUJAOB W BO3MOXHOU KOPPEISLIMU POJU
MAPK co creneHbpio IIPpUMUTHUBHOCTH KMBOTHOTO,
TMIEPBOOYEPETHON 3a1aueii IpeICcTaBIIsSIeTCs IIPOBEepKa
9TUX NPEATIOJIOXKEHUI Ha OOJTbIIIEM YMCJIE OOBEKTOB.

B xone HacTos1ero uccyienoBaHus HaMu OMMCaHbl
3Tarbl paHHErO Pa3BUTUSI MPUMUTUBHOTO MOJUTIOCKA
Testudinalia testudinalis (T. tessellata, Patellogastropo-
da, Mollusca), mpemncraBuTeiss Hambolee IpeBHEN
rpynnbl ractporiofn (Bouchet, Rocroi, 2005; Nakano,
Ozawa, 2007), u mpoBeAeH aHaJIM3 BO3MOXKHOTO yya-
ctusi MAP-K1Ha3HOTO IyTU CUTHAJIMHTA B TTpoLieccax
paHHEeN crieunUKaLMU KISTOUYHBIX JIMHUI U JOPCO-
BEHTpAJIbHOI OCHU y JaHHOro OObeKTa. AKTUBALIUS
MAPK Opl1a BBISIBJIEHA MMMYHOIUTOXMUMHUYECKH B
omacToMmepe-opranmsarope 3D. [IpuMeHeHue crienm-
¢duyHoro 6nokatropa MAPKK BbI3Banio cyiiecTBeH-
Hble HapylIeHUs pa3BUTUSI OTIEIbHBIX TKaHE! U opra-
HOB, €CJIM JIEUCTBUME WHIMOMTOpa TMPUXOIWIOCH Ha
CTaguM 10 IIECTOro KJIETOYHOro Iukia. Ha ocHoBe
9KCIIEPUMEHTATbHbBIX JAHHBIX MbI TIpeAIioaracM, 4YTo
MAPK kackam MoXeT MHOTOKPAaTHO BOBJICKATHCS B
MpolecChl B3aMOJICHCTBUSI 0JIACTOMEPOB Ha 3Tarax
paHHero apoOGieHus. BMecte ¢ TeM, o4eBUAHO, YTO
cneurduKanys Me304epMbl U JTOPCOBEHTPAIbHOM
ocu y Testudinalia muiib oTyacTu yBsizaHa ¢ MAP-ku-
Ha3HbIM CUTHAJIMHTOM, U 00eCTieurBaeTCs B OTIMYNE
OT 9BOJIIOLIMOHHO TIPOABUHYTHIX (POPM MOJUIIOCKOB B
OoJIbIIIEH CTETEHU 3a CUeT MHBIX, TT0OKA HEU3BECTHBIX
MEXaHNU3MOB.

MATEPUAJI 1 METOINKA

Martepuan 061 codpaH Ha MopcKoii buojiornye-
ckoit cranumu Cankr-IlerepOyprckoro rocymap-
CTBEeHHOTO YHUBepcHuTeTa B ryoe Yymna besoro mops. B
KOHIIe WIOHSI — Hayvajie WIOJIsI TI0JI0BO3peiibie 0coou
Testudinalia testudinalis ( Testudinalia tessellata, Gastro-
poda, Mollusca) 6111 COOpaHbI BO BpeMsI OTJIMBA, BCE
JajibHelIe paboThl MPOM3BOAUINCH B JabopaTop-
HBIX YCJIOBUSIX, IJI¢ KMBOTHBIX ITOMEIIAIM B YaIllIKU
TleTtpn Oompioro pasMmepa pasaeiibHo. IloaydeHHbIe
OT pa3HbIX CaMOK sIiilla OTMbIBAJIM OTIACIBHO B JIBYX
CMeHax YMCTOM MOPCKO BOAKI, IIOCJIE YETO IIPOMU3BO-
IWIM MCKYCCTBEHHOE oceMeHeHue. st mpemoTBpa-
IIEHUS TTOJIMCIIEPMUM CIIEPMY Pa3BOAMIM MOPCKOM
BOJIOM, KOHTPOJUPYSI KOHLIEHTPALIUIO CIIepMaTO30U-
IoB noa MuUKpockoroM. Yepes 10 MuH mocite 1o6aB-
JICHUS CTIEPMBI SIlIa OTMBIBAJIM OAHOKPATHO MOPCKOM
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Bogoii. KymsruBmpoBaHWEe TPOBOIWIN B TPOQPUIIH-
TpOBaHHOM MOPCKO#l Boae Ipu Temneparype 16°C B
KpUCTaJIIN3aTOpax HeOOJILIIIOro 00beMa.

Ha paHHUX cTagusix pa3BUTHUS MapTUM 3aPOJIbI-
mei Testudinalia (1o 200—300 00bEKTOB) MOMEIIATIN
B pactBop MEK-unrubutopa U0126 (“Promega”,
CIIA) c koHeyHoIl KoHUeHTpaluei 10 1u6o 40 pM.
Kaxmnast cepusi onbITOB, B KOTOPYIO Opaiyd MaTtepua
OT OTHOWM Mapbl poaUTEJIe, ObITa ITpOBeIcHA HE Me-
Hee IBYX pa3. DKCIEPUMEHTHI C UCTIOJIb30BAaHUEM Pa3-
nryHoi KoHueHTpauuu M EK-uHruéuropa npoBoau-
JIMCH I10 IIPUHIIMITMAJIBHO CXOOHOI cxeMe (puc. 5), Taoe
BapuaHThI ONbITOB (i, [—1V) paznuyanucs MOMEHTOM
Hayajla MHKyOallMy U BpeMEHEM CoAepXKaHUsI B pac-
TBOpe MHTrOmMTOpa: (i) HAUMHAS ¢ YETHIPEXKIETOTHOMN
cranuu (1 4 30 MUH pa3BUTUS) — OOILEH TPOIOJIKU-
TeapbHOCThIO 4 1 20 MuH, (I) HaunHast co cramuu 16-Tn
o6acromepoB (24 50 MUH pa3BUTHSI) B TedeHUE 3 4,
(IT) mocnie oTneieHUsI TPEThETO KBapTeTa MUKPOMEPOB
(3 14 30 MuH pazButusi) — Bcero 2 4 20 muH, (I11) c 4 g
10 MUH pa3BUTHUS (IO AeJIEHUS MAKPOMEPOB TPETHETO
kBaprera) — Bcero 1 440 muH, (IV) ¢ 4 9 50 muH pas-
BUTHS (BO BpeMsl Hayaia JejieHUsSI MaKpOMEPOB Tpe-
Thero kBapTeTa) — Bcero 1 4. Tak, BpeMsi Hauajia 3Kc-
nepuMeHTOB (i) 1 (I) otmnuanocs Ha 80 MUHYT, a B
akcnepumeHTax (I—IV), o0bekThl momeiniaau B UH-
rubuTop yepe3 Kaxabie 40 MUHYT U BO BCEX CiIydasix
OBUIN OTMBITHI HECKOJIBKO pa3 B YMCTOM MOPCKOM BO-
ne B 5 4 50 MUH pa3BuUTHS (Ha CTaAuU paHHEU racTpy-
JIBI), TIOCJIE YETO pa3BUBAIMCH 0€3 WHTHOUTOpa OO
MOMeHTa (pUKCallMY MPU JOCTUXKEHUU B KOHTPOJIE
JIMYMHOYHBIX CTaIMI BEJIMTepa IBYyX U TPEX JTHEN pa3-
BuTHs. Tak Kak MatouyHblii pactBop MEK-uHruou-
topa U0126 6611 mpurotoBieH Ha DMSO, B KOHTpoO-
JIe K COOTBETCTBYIOIIEMY OITHITY B KYJIBTYPY 3apOIbI-
meii mobaBmsuim DMSO no mojiydeHUST TOM Ke
KOHILIEHTpPAlluU, YTO U B OMbITE. AHAIN3 TOKa3aJsl, 4To
yKa3aHHasi KOHLEHTpalMs He OKa3bIBAa€T BUIMMOTIO
a¢pdekTa Ha pa3BUTHE.

HopMmanbHoe pa3BuTHe M3ydald KakK Ha XXHUBOM,
Tak U ¢puKcupoBaHHOM MmaTepuaiie. C 1eblo pele-
HUS BOIIPOCA O BO3MOXHOM CYIIECTBOBAHUU BhIpa-
JKeHHBIX MPOLECCOB OOIUIa3MAaTUUYECKOI cerperaluu
W JJIS1 IPUTOTOBJICHUS TIOCTOSIHHBIX TOTAJIbHBIX Mpe-
rnapaToB 4acTb OOBEKTOB (PMKCUPOBAIN KUAKOCTBIO
Llenkepa u BolIepKuBaau B rajutornanuHe (“Fluka”,
Iepmanust) 8 yacoB Mpu KOMHATHOH TeMrepaType
(IMupc, 1962; Kostyuchenko, Dondua, 2000). B
OCTaJIbHBIX cJiydasx (UKcaluio MaTepuaga ocy-
LeCcTBIsIN B 4%-HoM bopMaHe Ha pocdaTHOM Oy-
depe, xpaHeHHe MaTepuana npou3Bomin B 70° aTa-
Hosie npu —20°C. C Leablo TOYHOIO OIIpeaesieHUs
CTaauu pa3BUTHS YacTh MaTepuaja (PMKCUPOBAIN Ha
MOMEHT ITOMEIIEHMSI TTapTU 3apOAbIIIEii B paCTBOP
MEK-unrnouropa. B mampHelieM Takoit Marepuan
aHaJIM3UPOBAIM CTAHIAPTHBIMU METOJAMU MUKPO-
CKOIMMWM CBETJIOTO TOJIsA U IuddepeHIInaIbHOTO UH-
tepdepenmonHoro konrpacra (DIC), a Takke nMm-
MYHOLIMTOXMMUM, VCTIOIb3Ysl aHTUTENIa ITPOTUB CL-TY-
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OyauHa (I BBIIBICHUS KJIETOYHBIX TpaHMIl U
pecHUYEK) WU aKTUHA (IJ11 oKpacku MbIi) (“Sig-
ma”, CIIIA) B kauecTBe NIEPBUYHBIX, U IIPOTUBOMBEI-
IMHHBIE, KOoHbIorupoBaHHble ¢ FITC (“Sigma”,
CIIIA) — B kayecTBe BTOPUYHBIX. CrelnpuyecKyIo
okpacky Ha JIHK npoBoanin ¢ MOMOILBIO KpacUTes
DAPI (“Sigma”, CIIIA). Kpome Toro, 4actb (PpMKCH-
POBaHHOTO MaTepualla 3TUX KOHTPOJBbHBIX TMapTUiA
noaBepraaid oopaboTKe MMMYHOLUTOXUMUYECKIMU
MeToJaMu JUIsl BBISIBJIEHUSI aKTUBHOCTU MAP-ku-
Ha3HOro kKackajaa. B kauecTBe MEPBUYHBIX AHTUTEJI
ucrojb3oBaiu anti-diphosphorylated ERK1/2 (4370
“Cell Signaling”, CILIA) ripu pa3Benenuu 1 : 200, Bka-
YECTBE BTOPUYHBIX — AaHTUTEJA, KOHBIOTMPOBAHHbIE C
Alexa 488 (“Invitrogen”, CILIA).

Marepuail aHAJIM3UPOBAIM C TIOMOIIBIO KOH(O-
KanmpHOTro Mukpockorna Leica TCS SPE u dayopec-
LIeHTHOTro MUKpockoria Axio Imager D1, ocHalieHHO-
ro nuddepeHIMaTbHbIM UHTepGhEepEHIIMOHHBIM KOH-
tpactoM (DIC), mpucraBkoii ApoTome, kKamepamu
AxioCam ICc3 u AxioCam MRm u mporpaMMHBIM
obecrieueHreM AxioVision 4.8 (“Carl Zeiss”, Tepma-
HUT). MopdomeTprudeckrie M3MEpEeHUST ITPOU3BOIM-
JIV, MCTTIOJIL3YSI IMporpamMmy AxioVision 4.8.

PE3VJIBTATHBI
Hopmansroe pazeumue Testudinalia

T. testudinalis imeeT 0OBIYHOE IJISI IPUMMWTUBHBIX
racTponoj, pasBUTHE C JICHUTOTPOMHOI Iejraruye-
CKOI1 INYMHKOM U TJITABHLIM 3BOJIIOTUBHBIM METAMOP-
¢do3oM. OmnonoTBOpeHNE HapyXHOE, B MecTe cOopa
MPOMCXOAUT B CepelrHE JieTa, KOrjaa JMTopajb Mpo-
rpeBaetcst 1o 15—20°C. Camibl BBIMETBHIBAIOT Oeie-
ChbIe CTPYU CIIEPMEI, B IIPUCYTCTBUU KOTOPOM CaMKU
BBIIC/ISTIOT CBETJIO-KOPUYHEBBIE OOLIMTHI Chepude-
cKoii ¢dopMbl. PasMmepbl oollMTOB mocie ukcauuu
cocTaBiistoT 115—120 MKM B muameTpe.

IMocne cnusiHus raMeT U ciaboBbIPAXXEHHON KOp-
TUKAJbHON peaklIMi HAYMHAETCSl CO3peBaHUe OOLM-
Ta: Ha aHMMaJIbHOM I10JIIOCE MOocieIoBaTeIbHO o0pa-
3yIOTCSI MEJIKME peIyKIIMOHHEBIE Teblia (puc. 1a). Kak
n y Bcex m3ydeHHBIX Patellogastopoda, crimpaipHOe
JIpo0JieHre UMeeT TOMOKBaIPaHTHbBIN XapakTep ¢ pa3-
JIMUUMBIMU MO pa3MepaM MHUKPO- U MaKpoMepaMH.
IIpu »TOM TNPU3HAKOB OOILIa3MaTUYECKOU cerpera-
YU, T.e. creluUIecKoro pacnpenesieHus: 0CoObIX
JIOMEHOB LIMTOTIa3Mbl B OTJIEJIbHBIE OJIaCTOMEPHI, KaK
Ha MOpdoIOrMyecKoM ypoBHE, TaK U MPU OKpallliBa-
HUM HYKJIEMHOBBIX KHUCJIOT C TIOMOIIbIO TaJIOLIMaHU -
Ha He HaOmogaeTcs. B pesysibrate MepuIMOHAIBHOTO
U PaBHOTO JIeJIEHUS 3UroThl (hOPMUPYIOTCS ABa He-
CKOJIbKO YILUIOIIEHHBIX HE OTIWYAIOIIUXCS APYr OT
npyra 6iacroMmepa (puc. 16). Bropoe neneHue Takxke
MEPUAMOHAIBLHOE U paBHOMEpHoe. TakuMm oOpas3oMm,
nipu TeMrneparype +16°C depe3 1 9 30 MUH pa3BUTHS
3aponplil 7. testudinalis COCTOUT U3 YEThIPEX BHEIITHE
ONIMHAKOBBIX KJIETOK-OCHOBATEJIbHULL YEThIPEX 3M-
OpHUOHAILHBIX KBaJIpaHTOB (puc. 1B, 1T; puc. 2a).
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Puc. 1. 3aponbiu 7estudinalia testudinalis Ha paHHUX cTagusIX pa3BuTHs. (a, 6) — OKpacka raJyioliaHMHOM, MUKPOCKOIITHUS CBET-
Joro noiist; (B, T) — HEOKpallleHHbIE TIperapaTbl, MUKPOCKOIIHS 10 MeToay auddepeHIMaaIbHOro MHTepMOEepeHIIMOHHOTIO KOH-
tpacta (DIC). (a) — 3urora; (6) — 2 61actomepa, laTepaibHas MPoeKIus; (B, T) — HA CTAIUK YEThIPEX 0JIaCTOMEPOB 3apo-
NIBIL UMEET YIUJIOLIEHHYIO (hOpMY: BUJ C BETreTaTUBHOTO Tosttoca (B) U (r) cooky. CTpeKoit 0003HaueHBbI MOJISIPHbIE TETbLA

Ha aHMMaJIbHOM IT10JIIOCE.

B xome TpeThero KJjeTOUHOIO IIMKJIa 00pa3yloTCs
yeTbIipe Makpomepa ( /Q) 1 ueTbipe MUKpoMepa MepBo-
ro xBapreTta (Ig). MakpoMepbl — HECKOJIBKO Ooiiee
KPYITHbIE KJIETKHW, 3aHMMAIOIINEe BEreTaTUBHBIN TO-
JIFOC 3apofblilla, MUKPOMEPbI, PacroJIOKeHHbIE Ha
aHUMAaJIGHOM TIOJNIIOCE, TI0 pa3MepaM He3HAYUTeIbHO
YCTYITAaIOT MaKpOMepaM.

Tpetbe meneHMe APOOICHUS SIBISIETCS TIEPBBIM
“crimpajibHBIM” IpOOJIEHWEM B XOIe pa3BUTHUS Testu-
dinalia. AHanu3 pacroyioXXeH!sI BepeTeH TOBOPUT O
TOM, 4TO B pe3yabTaTe 3aKJIagKu 00po3id ApOOJIeHMS
1O, HEOOJIBIIINM YTJIOM K TUIOCKOCTH 3KBaTopa mep-
BBII KBapTET MUKPOMEPOB OKa3hIBACTCS CMEIIEHHBIM
JIEKCUOTPOITHO MO OTHOILIEHUIO K COOTBETCTBYIOIIIUM
CEeCTPMHCKUM KJIeTKaM MaKpoMepaM.

Bopozabl 4eTBEpTOro M HECKOJBbKMX IOCIETYI0-
IIMX [UKJIOB CIIMPAJIBHOTIO IEJICHUST APOOICHUS TaK-
JKe 3aKJIabIBAIOTCSI 101, HEOOJIBIIIUM YTJIOM K TIJTOCKO-
¢t aKkBaTopa. OgHAKO B pe3yJibTaTe MOBOPOTa ocei
BEPETEH ACEHUsST KaXKIblii pa3 mpuMepHo Ha 90° 1o
OTHOIIIEHUIO K OCSIM BEpPeTeH NpPeAbIOyIIero UK
obpasylollecs: aHuMaJibHble 0J1acCTOMEPhI CMEIIAI0T-
CSI OTHOCUTEJIBHO COOTBETCTBYIOIIMX BEreTaTUBHBIX
CECTPMHCKUX KJIETOK (C YepeaoBaHUEM JIEOTPOITHOIO
U JEKCUOTPOMHOTrO cMmelleHus ) (puc. 20, 2B, 2r). [1pu
3TOM 3apOAbIlI IEpPecTacT ObITh YIUIOIICHHBIM II0
aHUMAaJIbHO-BETETATUBHON OCU M TIpuodpeTaeT cde-

pHrUecKyIo hopMy.

TlepBrle yeThIpe aeaeHUsT APOOJICHUST CUHXPOHHBI

BO BCeX YeThbIpeX KBampaHTax M Ipu 16°C mpoxomsar
Kaxnbie 40 MuHYT. OTHAKO yKe B XOA€ YeTBEPTOIO pa-
yHAa HaOJItomaeTcss HEOTHOBPEMEHHOE NeJICHUE KJle-
TOK pa3HbIX KBapTeToB (puc. 20, 2B). ITocie otnene-
HUS TPEThEeTO KBapTeTa MUKPOMEPOB, TIPH TIepeXxoie K
cramuu 32-x OmactomepoB (3 4 30 MuH pa3BUTHS),
MPOAOKUTEIBHOCTD KJIETOUHBIX IMKJIOB YBEJIMYMBA-
eTcsl, a B IeJIEHUSIX KJIETOK pa3HbIX KBaJIpaHTOB MOSIB-
JISIeTCST aCMHXPOHHOCTh. MIHTEpecHO OTMETUTB, YTO
MMEHHO B 3TOT MOMEHT (K 4 4 10 MUH pa3BUTHsI) OTUH
13 MakpoMepoB 30, U3MEHsISI CBOIO (DOpMY, BBITSITMBA -
eTCs B TTOJIOCTh CJIA00PA3BUTOTO OJIACTOIICIISI Y TIPUXO-
AT B KOHTAKT C aHUMAaJIBHO PACIIOIOXKEHHBIMU MUK-
poMepamu (puc. 3a, 30). Dra KjieTKa, ee IApo 1 [U-
ToIIa3Ma, 0COOGEHHO B MEeCTe KOHTaKTa ¢ aHNMMaJlb-
HBIMM MUKpPOMEpPaM, aKTUBHO METUTCST aHTUTE A~
MU poTuB (pochopunupoBanHoit popmbr ERK1/2
(puc. 3B, 3r). MMeHHO 3TOT 6JlacTOMEP CTAaHOBUTCSI
MakpoMepoM 3D, MapKUPYIOIINM TOPCAIBHYIO CTO-
POHY 3apOJIBIIIIA U NAIOIIUM B XOJI€ CJICAYIOIIETO Ieje-
HUST Me3eHToOnacT 4d. AktuBauuss MAPK B kietke
3D mponoJKaeTcsl OKoJIO yaca, Mpy 3TOM B 3apOIbl-
IIax mocjie MHKyoupoBaHust ¢ uaruouropom U0126
CUTHaJI aKTUBUpOBaHHOU MAP KWHa3bl OTCYTCTBYET
(He mokazaHo). JIoCTOBEpHBIX TaHHBIX 00 aKTUBHOCTU
MAPK B uHBIX 0J1acTOMepax B XOAe paHHETO ApOo0IIe-
HUS MIOJYYUTh HE YIaIOCh, XOTS OMBITHI CO CIeIUbU-
OHTOTEHE3 Ne 1
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Puc. 2. Craguu npo6ieHus 3apoabliieii Testudinalia. Oxpacka TyOyIMHA UMMYHOLIMTOXOMUYECKM METOIOM C IIOMOILBIO aHTH-
TeJl MPOTUB A-TyOyJIMHA, XxpoMocoMmHoro matepuaia DAPI, dbmyopeciieHTHast Mukpockonus. (a) — 4 Gi1acTomepa, BUI C aHU-
MaJIbHOTO nosttoca; (6, B) — ctaaust 12 61acTOMEpOB, JIaTepaibHast IpoeKiust (6) U BU ¢ aHUMAaJIbHOTO ToJjitoca (B), KBaIpaHThI
He pas3anyaroTcsi MeXIy cO0O0i, TeeHusT APOOIeHUsI UAYT CUHXPOHHO B Pa3HbIX KBaapaHTax, HO He B KBapTeTax 0JIACTOMEPOB;
(T) — nepexo/ K ctaanu 64 KJIETOK, BUJI C aHUMaJIbHOTO MoJtoca. CTpesikoit 0003HauYeHbI MOJISIPHBIE TeJIblia Ha aHUMAaJIbHOM I10-

moce. Macita6 20 MKM.

yeckuM uHTHOUTOpoM UO0126 yKasbIBalOT Ha BO3-
MOXHOCTb HEOJHOKPAaTHOM aKTMBAlIMM KacKaja Ha
cragusix apooOseHusi (cM. Huxke). lactpymsiiust y
T. testudinalis TIpoMCXOIUT IIyTeM IIOTHOTIO BpacTa-
HUS U 3TUO0JINU.

OMOpmoreHe3 3aBepmiaeTcss  (QOpMHUPOBAHNEM
MPOCTO YCTPOECHHOM MEJarn4eCKou JIMYMHKU TPOXO-
¢opsl. Testo Tpoxodopsl OIOSICHIBAET COCTOSIIIUI U3
PECHUYHBIX KJIETOK (Tpox00s1acToB) mpoToTpox. Cre-
JIyeT OTMETUTh, UYTO, HECMOTPSI Ha OTCYTCTBUE MaCCUB-
HbIX SMOPHUOHAIbHBIX 000JI0UeK, U3HAYAIbHO OMEHe
PECHMYEK IIPOTOTPOXa HE IIPUBOIUT K AKTUBHOMY
JNBDKEHUIO 3apojbliieii. JIuilib CIycTss HEKOTOopoe
BpeMsl, K 7 4 pa3BUTUSI OOBEKTHI HAUMHAIOT BpalllaTh-
Csl, HE OTPBIBasICh OT CyOCTpaTa, X TOJIBKO ITOTOM IIe-
PEXOIsT K IJIaBaHUIO B TOJIIE Boabl. IIpoToTpox me-
JIUT TEJI0 JTUUMHKU HA aHUMAaJIbHO PACIIOJOXEHHYIO
MPETPOXAJILHYIO 00J1acTh (3nrcdepy) ¥ MOCTTPOXaIb-
HYI0 00J1acTh (runocdepy), 3aHMMAaIOIIYIO BereTaTUB-
Hoe moJyioXeHue. B 1ieHTpe amuchepbl HaXOAUTCS
anMKaJbHBIM OpraH, YBeHYaHHBINA ITy4KOM IJIMHHBIX
peCHUYEK — T. H. allMKaJIbHBINA (TEMEHHOM) CyJTaH-
yuk. B runocgepe Ha mMpOTUBOMOJIOXKHOM BereTaTuB-
HOM TIOJIIOCE PACIIOJIOKEH TEJIOTPOX.

Ha BTophle cyTku pa3Butus Tpoxodopa IpeBpa-
IIAaeTCsI B BeIUrepa, y KOTOPOTro IIOMMMO JIApBaJIbHBIX
CTPYKTYp NPUCYTCTBYIOT M 3a4aTKM Ae(UHUTUBHBIX
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opraHos. [IpoTroTpox TpaHchopMupyeTcs B Iapyc (ve-
lum), Kotopsiii y Testudinalia He pacwieHeH Ha Jiona-
CTU U MMEeT NPUMUTUBHOE cTpoeHue (puc. 4). Ipe-
TpOXaJIbHbII PErvMOH BeJuUrepa yIrulolaeTcs, a aru-
KalbHBIA CYJITaHYMK BCKOpe McYe3aeT. B moct-
TpOXaJbHON 00JIACTH HA JOPCAIbHOI CTOPOHE pa3BU-
BaeTCsl paKOBMHHA XKeJjie3a, KOTopas HauuHaeT (op-
MMPOBaTh JUUYMHOYHYIO PaKOBUHY (MTPOTOKOHX). Pa-
KOBMHA CHayajia uMmeeT OJIIoALeBUIHYI0 (hopMy, a 3a-
TEM C POCTOM BHYTPEHHOCTHOI'O MEIIKAa CTaHOBUTCSI
0oJ1ee BBITYKIOM 1 HJIMHIPUIECKOM, OCTaBasICh IIPO-
3pavyHOI IIPUMEPHO JI0 TIOJIyTOpa CYyTOK Pa3BUTHUS, KO-
rna HauYMHaeTcsl ee obbi3BecTBiIeHue (puc. 4). K au-
CTaJIbHOMY KOHIIy TIPOTOKOHXa KPETNUTCS TJIaBHBIN
JIMYMHOYHBIN PETPaKTOp. DTOT MYCKYJI, BETBU KOTO-
pOro TSHYTCs Yepe3 BCe TeI0 Beaurepa K armcdepe u
OCHOBaHUIO HOTH (puc. 8a), IT0 JOCTUKEHUU KaJIbIIM-
(bupoBaHHOI PAaKOBUHOU PUTMIHOCTU, MO3BOJISIET
MOYTH MOJIHOCTHIO BTSITMBATh Mapyc B MPOTOKOHX. Ta-
Kasl peaklusl MPOMCXOAWT, €CAU JIMYMHKY IIOTPEeBO-
KWUTh, B YaCTHOCTH, IIPY MAHMITYJISILIMUSX, B CBI3U C
yeM 3a(pUKCHPOBaHHBIE OOBEKTHI BEITJISIISAT KOMIIAKT-
HO, U PaKOBMHA MOJHOCTBIO 3aIllOJIHEHA XXWBOM TKa-
HbI0. Ha BeHTpaIbHOI CTOpOHE MEXIY PAaKOBUHOM 1
MapycoM pa3BMBAETCs M3HAYaJIbHO ITApHBIN 3a4aTOK
HOTH, Ha 3aJHE-CIIMHHOM CTOPOHE CHAOXKEHHBIN KPhI-
mreykoit (operculum). Ha Tpetuii 1eHb pa3BUTHSI, BO
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Puc. 3. 3aponbiu Testudinalia 4 4 10 MUH pa3BUTHSL: TTOCIIE OTAEIEHUS TPETHETO KBApTeTa MUKPOMEPOB OIMH U3 MaKpOMEpOB
BBITSITMBAETCSI 0 HAMpPaBJIeHUIO K aHUMaJIbHBIM GJIacTOMEpaM U MPUXOJUT C HUMU B KOHTAaKT, CTAHOBSICh OjacToMepoM 3D.
(a, 0) — OOMH U TOT K€ 3aPOJBIIII B Pa3HbIX ONITUYECKUX TJIOCKOCTSIX, JlaTepajibHasl ITpoeKI1usl; (B, T) — BU C BEIreTaTUBHOTO I10-
Jroca. (a, 6, B) — HeokpatiieHHbIe Tiperapatsl, DIC; (T) — *MMYHOLIMTOXUMWYECKOE BBISIBJIeHNE aKTUBHON MAP-K1Ha3bl B Mak-
pomepe 3D, koHpoKambHast MUKpocKomusi. CTpesikoit 0003HaYeHO MOJISIPHOE TeJblie Ha aHUMaJIbHOM MOJIIOCE, TyHKTUPHOM JIU-
HUel — rpaHuiia MakpoMepa 3D 1 aHUMaJIbHbIX MUKpPOMepoB. Maciurab 20 MKM.

BpeMst MeTaMmopd03a B I0OBEHMJIbHYIO (OPMY, TUUMHKU
npeTepreBaloT TOPcUl. JIOCTUTHYB 4—5-THEBHOTO
BO3pacTa, BeJIMTephbl OCEOAIOT 1 ITOJI3aI0T II0 CyOCTpaTy
C IOMOIIIBIO HOTU, XOTS eI1le CIIOCOOHBI U3peaKa ria-
BaTb Ha HEOOJIbIIINE PACCTOSIHUSI, UCTIOIb3YsI Mapyc.

Bausnue MEK-uneubumopa U0126
Ha pazsumue Testudinalia

B xome skcnepumeHTOB 3apoppliieit Testudinalia
Ha paHHUX CTaIUSIX Pa3BUTUSI BbLIEPXKUBAIU B pac-
tBope MEK-umnrn6uropa U0126 B ¢HIBTpOBaHHOM
MOpPCKOI Bome (KoHeuyHas KoHHeHTpauus 10 wau
40 uM). OOBEKTHI HOMEIIAIUCH B UHTUOUTOP corJiac-

HO cxeMe puc. 5. Bo Bcex BapmaHTax 3KCIIEpUMEHTa
MaTepuajl OTMBIBaJId OT MHTMOMTOpA Ha CTaAuM paH-
Hel racTpyibl (5 4 50 MUH TocJie OTJIOAOTBOPEHMUS).
BmussHue mHrmOuUTOpa aHANMM3UPOBAJIM HA KMBOM U
(UKCUPOBAaHHOM MaTepuajie, Ha CTaausiX, Korga B
KOHTPOJIe HAOII0JaIMCh BEJIUTEPHI, MTOCTIE ABYX U TPEX
nHert pasputus. CneunduaHocts U0126 moarsep-
KIAETCI OTCYTCTBUEM CHUTHAJa AKTUBUPOBAHHOM
MAP-xuHa3bl B KjIeTKe 3D mocjie 00pabOTKU 3TUM
WHTUOUTOPOM.

IIpexne Bcero, ciaeayeT OTMETUTh, YTO BO BCEX DKC-
TieprMeHTax ¢ ucronb3oBanueM 40 uM U0126, 3a uc-
ximoueHueM (IV), HaGaomanach siBHasI 3aaepkKa pas-
BuTus. Tak, Korma K 7 yacaMm pa3BUTUSI B KOHTPOJIE U
Ne 1 2013
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Puc. 4. HopmanbsHoe passutue Testudinalia. Jlnunnka senurep, DIC. (a, 6) — o0wumii Bu inanHky 60 yacos (a) u 73 yaca pas-
BUTHSI (0), paKOBMHA TTepecTaeT ObITh TPO3pavyHOl 13-3a Mpoliecca OObI3BECTBIICHMSI, HA TPETU JeHb Pa3BUTHUS IIPOUCXOIUT TOP-
cus; (B) — TMYMHKA 48 4acOB pa3BUTHS, pAKOBMHA HAUMHACT TePSTh CBOIO MPO3PAYHOCTh; (T) — JIMUMHKA 42 yaca pa3BUTHS, pa-
KOBMHA XOpOIIIO pa3BuUTa, HO ellle Ipo3payHas. Beaiom (B), pakoBHuHa (p), peCHUYHBIE KIETKU (PK), BHYTPEHHOCTHbBII MEILIOK
(BM), MaHTHIiHas cki1agka (Mc), mpeTpoxajibHasi 00J1acTh (I10), ONEPKYJIIoM (OI1), Hora (H), ctatrouuct (cT). MaciuTtad 20 MKM.

OIu1 2001 461 86n 16 61 3261 64 61
1 1 1 1 1 1 1 L1 [ |
| | | | | | | 1 |
OMua 5S50MuH 149 2q 2q 3g 49 44 54
30 muH 10 MuH 50 MuH 30 MuH 10 MUH 50 MUH 50 MuH

(i/é

M

a1

(111)

(IV)

Puc. 5. Cxema nipoBeneHusi akcrepuMeHTa. CepbIMU JIMHUSAMU O003HAYEHBI TIEPUOIbLI COACPXKAHUST 3apObIlleil B pacTBOpe

MEK-unruturopa U0126.

Ne (IV) yxxe OblIM aKTMBHO TLUIaBatole Tpoxohophl,
B akcriepuMeHTax (I) u (II) oObeKThI Jekanu Ha AHE
HETOJABUXHO, XOTS 1 IEMOHCTPUPOBAIU OUEHUE pec-
HUYeK MpoToTpoxa, a B ciaydae (I11), kpome Toro, 6bI-
JIM OTMEUYEHbI €IMHUYHbIE BpalllalollMecs y AHa K-
3eMIUIsIpbl. PocT 1 nuddepeHIImpoBKa pa3InyHbIX 3a-
YaTKOB BeJWrepa TakXe CWIbHO OTCTaBald B
aKcrepuMeHTanbHbIX KyasTypax (I—II1) mo cpaBHe-
HUI0 ¢ KoHTpoJieM 1 Ne (IV). Kpome Toro, y o6pado-
ta"HHbIX U0126 006eKTOB HaOIIOIaIaCch Je30praHn3a-
LM MBILLIEUHOM CUCTEMBI, 1 ObLTa B TOI WJIM MHOM Me-
pe MCKaxeHa peakilMs Ha pasapaxeHue: IpeK-
paiajoch OMeHue peCHUYEK, HO He BCeraa napyc BTsI-
ruBajicsl B pakoBHHY. JeTtanbHass MOpMOIOTUsT TN -
4 OHTOI'EHE3 Ne 1
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HOK OBIIa M3y4YeHa ITocie (pUKcaluy BEIUTEepOB Ha
CTaIuU ABYX THEW pa3BUTHUSA. Y JUUMHOK B KOHTPOJIE
(puc. 4B) K 5TOMY BpEMEHHM XOPOIIIO pa3BUTAsI, HO eIlle
Mpo3pavyHasi paKOBMHA HaUYMHaJIa OOBI3BECTBIISITLCS U
ObL1a TMOJHOCTHIO 3alOJHEHA XKMBOI TKAHBIO (BHYT-
PEHHOCTHBIN MEIIOK, IO KpalHEN MEpPE, 4aCTh HOTU U
BeaoMa). Teo KoMMakTu30BaHO, Ha 3a4yaTKe HOTU
IPUCYTCTBYET Kphlliedka (operculum), mprokatas
Cc3aIM MaHTUUHON ckilankoit. IIpeTpoxanbHast 00-
JIACThb C PaCHOJIOXKEHHBIM B LIEHTPE MyYKOM IJIMHHBIX
peCcCHMYEK anuKaJIbHOTO CyJITaHYMKA YyIUIoleHa. AH-
TUTENA MPOTUB AKTMHA XOPOIIO BBISIBISIOT Ha 3TOM
CTaIuM TJIABHBLIA M HOOABOYHBIN JIMYMHOYHBIA pe-
TpakTop (puc. 8a).
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Puc. 6. MopdoJiorust AByXIHEBHBIX TUYUHOK Testudinalia nocne vHkyGauu 3apoapiiieii B MEK-unruoutope U0126 B aKcrie-
pumenrtax (i) u (I). (a, 6, B, T, €) — Mukpockonus o meroxy DIC, (1) — okpacka TyOyJIMHa UMMYHOLIMTOXOMUYECKUM METOIOM
C TIOMOIIIBIO aHTUTEJT TIPOTUB O-TyOYyIMHA, (DITyopeclieHTHAas MUKPOCKOTIHSL. (a, 0, B, 1T, €) — BUI cOOKY; (T) — BeHTpaJIbHasI IIpO-
exuws. (a, 6) — pe3ynbrarel omnbita o cxeme (i), 10 uM U0126; (B, r, o) — pe3yibratsl akcriepumenTa (1), 40 uM U0126; (e) —
pesynbrathl 3KeriepumentTa (1), 10 uM U0126. Matepuast BHyTPEHHOCTHOTO Mellika (BM), MaTepyual MAaHTUITHOM CKIIAIKK (MC),
Hora (H), MeCTO MMPUKPETUICHUS TJIAaBHOTO JJMYMHOYHOTO peTpakTopa (Ip), IpeTpoxajibHast 001acTh (110), pECHUYKM Ha arncdepe

BHe npotoTpoxa (p). Maciutab 20 MKM.

Mopdghonoeus auuurnok 6 sxcnepumerme (i)

Mopdomorus IByXTHEBHBIX JUIYNMHOK, ITIOCIIE IJIH-
teapHoro BosaeiictBus U0126 o cxeme (i) maxe B
HU3KOI KoHLeHTpauu 10 M, uMeeT OTYETIMBO He-
HOpMaJIbHBIN Xapakrep (puc. 6a, 66). HauaBrmit
OOBI3BECTBIISATHCS HEAOPA3BUTHI TIPOTOKOHX HE MPU-
MBIKAET IIJIOTHO K Tey U necdopMupoBaH. st Tuum-
HOK XapaKTepHa BbIIyKJas MpeTpoxajbHas 00J1acTb 1
OTCYTCTBUE JUTMHHBIX PECHUYEK alTMKaJIbHOTO OpraHa.
3ayaTok HOTU pa3iesieH TepMUHAILHO Ha JIBE JIOMAacTH
W JIMIIIEH KPHIIeYKr. Marepran MaHTUH He (hOpMHU-
pPYeT CKITaIKy U He IPUMBIKAeT K HOTe 1 CHUTBHO HEeIlo-
pPa3BUTOMY BHYTPEHHOCTHOMY MeIKy. B OoJbIImH-
ctBe cirydaeB (80%, n = 20) raBHbLA TUYMHOYHBINA pe-
TpaKTOp MPHUKPEIUIEH K pakoBrHe (puc. 6a, 60).

Mopdghoaoeus ruuunox 6 sxcnepumernme (1)

JByxnHeBHbIE JUYMHKU, 0OpadoTaHHbie 40 pM
U0126 o cxeme (1), umesnu siBHbIE aHOMAJIMU CTPOE-
HUsI, He OTMEYEHHbBIE B SKCITEPUMEHTAaX C MEHbBIIINM
BpEeMEHEM 3KCITO3UIINI: PaKOBIHA, BEJIIOM, BHYTpEH-
HOCTHBIN MEIIOK U 3a4aTOK HOTY CUJTBHO HeJOpa3BU-
Thl: UMEIOT HEHOPMAJIbHOE CTPOEHHE W MEHbIIE MO
pasMepy, 4yeM B KOoHTpose (puc. 6B, 6r). [IpoTokoHX
HEOOBI3BECTBJICH, UMEET BHUII ITPO3PAYHOMN TUICHOUYKH
WA OTCYTCTBYeT BoBce. [IpeTpoxanbHast 00J1acTh BbI-
nyKJasi, KoHycoBuaHast (puc. 6B). Kinetku npototpo-
Xa HEHOPMaJIbHOI (hOpMBEI (TpEyTroJIbHbIC, IIPU3MaTH-
YecKue), JiexKaT PhIXJIO U He B OVH Psifl, 3a IIpeaeaaMu
KOTOpOro Ha 3mnuchepe BCTpevaroTcsl OTAE/IbHbIC
OpeCHUYEHHbIE YYACTKHU (pUC. 61). 3a4aTOK HOTH pa3-
IleJIeH TepMUHAIBHO Ha JIBe JIONacTu (puc. 6r) v Jiv-
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Puc. 7. Mopdoiorust IByXITHEBHBIX TMUUHOK Testudinalia nocne nHky6aruu 3aponsiireit B MEK-uarn6urope U0126 B aKcrie-
pumentax (I1), (IIT), (IV), Mukpockonus o Mmetoay DIC, Buzn c60Ky. (a) — pe3ynbTratsl onbiTa o cxeme (11), 10 uM U0126;
(6, B, T) — pesynbrarsl 3kcniepumenTtos (I1), (I1I) u (IV), coorBeTcTBeHHO, 40 M U0126. MaTtepuan BHyTPEeHHOCTHOTO
Melka (BM), MaHTUITHAs cKJ1aaka (Mc), Hora (H), MeCTO TIPUKPETUICHUs TJIaBHOTO JIMYMHOYHOTO peTpakTopa (Tp), peTpo-

XaJibHasi 06y1acThb (1M0), onepKyJiroM (om). MaciuTtad 20 MKM.

ILIeH KpbIlIeuyK. MaHTUITHAs CKJIaJKa He BhIpaKeHa.
Je3opraHn30BaHHBI ~ BHYTPEHHOCTHBI  MEIIOK
TUTOTHO TPUMBIKAET K PaKOBMHE, MECTO KPETUICHUS
[JIABHOTO JIMYUMHOYHOTO PeTpaKkTopa yaaeTcss UIeHTU-
duUIMpoBaTh C TPYIOM, a MBIIIICYHBIC BOJIOKHA aHTH-
TeJIaMU TIPOTUB aKTMHA HE BBISBIISIIOTCS.

ITpu ucnonb3oBaHuUM KOHLEeHTpauuu 10 uM B
aKkcnepuMeHTax nmo cxeme (I), 3HAUUTEIBbHBIX Je-
¢dekToB pa3BuTUsl HEe HaOmoaanock. [IpeTpoxanbHas
00J1aCTh y TMUYMHOK ObLIa BBINYKJIAsI, pPAKOBUHA OOBI3-
BECTBJICHa, 1ehOpMUpPOBaHAa B MECTE MPUKPEILICHUS
petpakTopa (puc. 6e). MopdoJiorust BeJIMrepoB HaIo-
MUHaJIa TakoByo B 3kcnepuMmeHrte (II). Ha tperbu
CYTKHU pa3BUTHUS, TaK e KaK U B KOHTPOJIE, TUUUHKHU
MnpeTepreBaii TOPCUIO U BHELIHE HE OTIMYAIMCh OT
WHTAKTHBIX.

Mopdghoaoeus eeaucepoé 6 sxcnepumenme (11)

B skcnepumente (1I) ¢ ucnonvzoBanuem 40 pM
UO0126 nByxmHEBHbIE BEJMTEPHI JIEMOHCTPUPOBAIU
He3HaYuTeJIbHbIC AeeKThl pa3BuTHs (puc. 70). Pako-
BHHA ObUIa KaabLM(UIIMPOBaHa, MHOIIA 1e(DOPMUPO-
BaHa, BapbUPYIOIIETO pa3Mepa. BeatoM BTSIHYT B TTpo-
TOKOHX JIUIIHL B 25% ciydaeB (n = 30), y OCTaJIBHBIX
00OBEKTOB TIpeTpoXadbHas 00JacThb BBINTYKJIas, TPO-
X00JIaCThl CUJIBHO BBITSIHYTHI TT0 aHUMAaJIbHO-BeTeTa-

OHTOTEHE3 Ne 1
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TUBHOI OCU, paKOBMHA IMMpUMepHO Ha 1/3 cBoOOIHA OT
KMBOM TKaHW. MeCcTo TTPUKPETTICHHS TIIABHOTO JINIH -
HOYHOTO PEeTPaKTOpa XOPOIIIO BUIHO, XOTS CaM My-
CKyJI1 3aMETHO TOHbIIIE, YeM B KOHTPOJIE U COAECPXKUT
MEHBIIIee KOJTNIECTBO BOJIOKOH, a J0OABOYHBII JIMUK -
HOYHBII peTpaKTOp OTCYTCTBYeT (puc. 80). Takoii mat-
TEePH HapylIeHU CBUIETEILCTBYET O SIBHOM Je30pra-
HU3AIIUY MBITIIEYHOM CHUCTEMBI, XOTS U He TTOTHOM. B
OTAENbHBIX cliydasx (He Oojiee 10%) oOGHapyXUTh
OIEePKYJIIOM He YIaloCh, a 3a4aTOK HOTU ObLI Clierka
pazaesieH TepMUHAIBHO Ha JIBE JIOTIACTH.

ITocne o00paboTKM 3aponbillieit B TeuyeHUe
2 4 20 MUH ITOCJI€ OTAEISHUS TPETHErO KBapTeTa MUK-
pomepoB 10 uM pactBopom M EK-uHruoéuropa Beiau-
repbl UMeJId CXOJIHYI0 MOP(OJIOTUIO, KaK U B Cllydae
OTTBITOB TI0 TO¥ Xe cxeMe, HO ¢ 0oJjiee BEICOKOM KOH-
ueHtpauueit U0126 (40 uM) (puc. 7a). Ha Tpetbu cyT-
KM Pa3BUTUSL JIMUYUHKMU TIpeTeprieBaid TOPCUIO U
BHEIIIHE HE OTJINYAIMCh OT JAYMHOK B KOHTPOJIE.

Mopdghonoeus 08yxonesHbIX 6eaueepos
6 akcnepumernme (111)

MEK-uuruourop U0126, naxe B KOHLEHTpaLUU
40 uM, npu conepkaHUU B HEM 3apOJbIIIEH MO CXeMe
skcnepumenTa (II1) mmen HesHaunTEIbHOE BIMSIHUE
Ha JajbHelilnee pasButue Testudinalia (puc. 7). B xo-

4%
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Puc. 8. OxpammBaHue aHTUTEJIaMU ITPOTUB aKTHMHA MBIIIIEYHOM CUCTEMBI IBYXITHEBHBIX JIMUMHOK Testudinalia B Hopme (a) 1 9KC-
niepumenTe (11), 40 uM U0126 (6), Bum c60KY, KOHGOKaTbHast MUKPOCKOITHSI. [JTaBHBII TIMYMHOYHBINA peTPakTop (IJIp), 106aBOY-
HBII TUYUHOYHBIN peTpakTop (IUIp), MpeTpoxaibHas 06yacTh (110). Macitabd 20 MKM.

JI€ 9TOU CEPHU OIBITOB ObLIY MOJIy4YE€HbI JUYMHKU, T10-
Xoxkue Ha TakoBble B raptuu (IV). Benurepn! obmaga-
JIU KaTbUMMUIIMPOBaHHON, HO 0oJjiee TMpOo3pavyHoON,
yeM B cirydae (IV) pakoBuHoiIi. B 00bIIIMHCTBE CiTyda-
eB (60%, n = 30) BeTIoM OBUT BTSTHYT B PAKOBUHY. Y 9K~
3eMIUISIPOB C BbICTaBJIEHHBIM HApYXXy BEJIIOMOM OKO-
70 1/3 oO6bema nmpoToKOHXa (BEHTpaIbHAasI 4acTh) ObI-
JIO CBOOOMHO OT >XUBOI TKaHU. OTIePKYIIOM TIPUCYT-
CTBOBaJ y BCeX TMUMHOK.

Mopgonoeus deyxoHesHblX 6eaucepos
8 akcnepumernme (1V)

JByxnHeBHbIE BeJIUTephl ocie oopadbotku 40 uM
U0126 mmo cxeme skcriepuMmenTa (IV) mano orinmua-
JIUCh OT TaKOBBIX B KOHTPOJIE U UMEIHU CJICIYIOIIYIO
MOpP@OJIOT1IO; paKOBUHA OObI3BECTBJIEHA, TIOUTH HE-
Mpo3payHa, HOPMAJIBHOTO pa3Mepa C IPUCYTCTBUEM
HEKOTOPOTOo MoJIMMOpdU3Ma T10 3TOM XapaKTeprucTh-
Ke. Y npeobiagaroniero 6oabiHcTBa (87%, n = 30)
BEJTIOM BTSTHYT B IPOTOKOHX. PakoBMHA TTOYTH TTOJTHO-
CTBIO 3amoJIHEHA XXWBOM TKaHBIO ¥ BceX 00beKTOB. Bo
BCEX Ciyyasx oOHapyXkeHa Kpbllieuka (operculum)
(puc. 7t).

OBCYXIEHHME

B Hacrosiieit paboTe BIiepBble OIMCAHbI paHHUE
aTanbl HOpMaJabHOTO pa3Butus Testudinalia testudina-
lis, oTHOCsIIElics K HaubOoyiee OpeBHEH IpyIIIe Ta-
crponon (Patellogastropoda) (Bouchet, Rocroi, 2005;
Nakano, Ozawa, 2007) u mpearnpuHsITa IMOIbITKA Olle-
HUTb yyacTue MAP-KHHa3HOro Kackaaa B mpolLec-
cax crieuuduKaly KJIeTOYHBIX JUHUIA U BTOPUY-
HOM OcH Tea.

Pazsutue 7. festudinalis mpoXoauT ¢ TUMAYHBIM
st Patellogastropoda roMoKkBampaHTHBIM APOOICHI-
€M, SIBHO BBIPAQXX€HHOM CTaguei rnepexona OT YEeThbl-

pexJIydeBOii CUMMETPUU K OmiaTepaabHON yepe3 Me-
XaHU3M U3MeHeHUsI (hOpMbI U TOJIOKEHUSI B 1LIEJIOM
OIHOTO U3 MAaKpOMEPOB TPEThErO KBapTETa 1 BBIUJIE-
HeHMs KBajapaHTa D ¢ mocienyromeil cCMeHOM CITH-
paJIbHOTO ApOOJIeHUS OUTaTepaTbHBIM AeJeHUEM KJle-
TOK 3apoppiiia (cM. MBanosa-Kaszac, 1995). Ha cambix
paHHMX 3Tarax ApoOJeHus 3apodbliu Testudinalia
UMEIOT YIUIOILIEHHYIO (hOpMY, HO MOCTETIEHHO TTpeTep-
MEeBaOT KOMITAKTU3ALINIO ¥ CTAHOBSTCI C(hepUIECKU-
mu. CaM (pakT OTHOCHUTETBHO CBOOOTHOTO PaCITOJIO-
JKeHUsI 6J1acTOMepOB Ha cTanusix 4—16 KIeTOK U I1o-
creayIolasi ropasao 6oJiee II0THAS YKIIaaKa KJICTOK B
3aponblllie MPHU Tepexoje K 32-KIIeTOYHOM CTamuu
TO3BOJISIET MPEATNOJIOXUTD MEXKKIIETOUYHbIC MHIYKIIY-
OHHBIE B3aMMOJIECUCTBHUS YKe Ha paHHUX 3Tanax Jpoo-
JieHusl. BaxkHO Takoke OTMETUTb, UTO B OT/IM4YUe OT Pa-
tella vulgata (van den Biggelaar, 1977), Haubosee usy-
YeHHOro MOJUIIocKa u3 Tpynmbl Patellogastropoda,
CHMHXPOHHOCTb paHHETo apobienue y Testudinalia ot-
HOCHUTeJIbHAsE M HaOMIomaeTcss MeXay KBaapaHTaMu
3apojbliiia, HO He MeXIy KBapTeTaMu 0J1aCTOMEPOB.

M3BecTHO, 4TO y psima MOJUTIOCKOB Makpomep 3D
BBINOJTHSET (pyHKIMIO oprann3aropa (Clement, 1962;
van den Biggelaar, Guerrier, 1979; Damen, Dictus,
1994, 1996; Lambert, Nagy, 2001, 2003). Ilpu sTom
MpolLiecC MHAYKIINN Y MOJUTIOCKOB, KaK MPaBUJIO, He
ogHOHarpasiaeHHbIN. Tak, n y mpumutuBHOI Patella
crieunUKaIs TOPCOBEHTPATBHOM OCU U CYIbOBI Ya-
CTH KJICTOYHBIX JIMHUI ITIPOMCXOAUT TOJIBKO ITPY B3aK-
MOJeiCTBUY MakpoMepa 3D M aHMMAJTbHBIX MUKPO-
mepoB (van den Biggelaar, Guerrier, 1979; Damen,
Dictus, 1994, 1996), 1 y 3BOIOLIMOHHO MPOJBUHYTOMI
Ilyanassa oripeneieHre KIETOYHOM CyTBOBI BO MHOTHX
KJIOHAaX 3aBUCUT OT B3aMMOACHCTBUS MaKpoMepa JIN-
H1Y D ¥ aHMMaJIbHBIX MUKPOMEPOB Ha TOM Xe CTaauu
(Lambert, Nagy, 2001). B To e BpeMs1 y MOJIJTIOCKa
Crepidula fornicata TakuM opraHM3aTOPOM BBICTYIAET
4d, nouepusas xiuerka 3D (Henry et al., 2006), crieru-
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duUKaIms KOTOpOii B CBOIO OUYepeIh 3aBUCUT OT MHAYK-
LI CO CTOPOHBI MUKPOMEPOB TIEPBOT0 KBapTeTa Ha
cramuu 16—24 xirerok Makpomepa JimHun D (Henry,
Perry, 2008).

MowmenT cnenudukannm Makpomepa 3D y Moi-
JIIOCKOB coBIanaeT ¢ aktuBaleit MAPK curnanbHo-
ro IIyTH, YTO OBLJIO MOKA3aHO IJIs 1IeJIOTO psida BUIOB
(Ilyanassa obsoleta, Chaetopleura apiculata, Patella
vulgata, Tectura scutum, Haliotis asinina, Lymnaea
palustris, Crepidula fornicata) (Lambert, Nagy, 2001,
2003; Lartillot et al., 2002a; Koop et al., 2007; Henry,
Perry, 2008). Ilpuuem, ecnu y 3aponsliia [lyanassa
MAPK nuddepeHInaibHO aKTUBUPYETCSI UMEHHO B
KJIeTKe 3D, Korma IporcXoauT B3aUMOISICTBIE MEXK-
Iy MmakpoMmepom 3D 1 MUKpOMeEpaMHM, a 3aTeM repeia-
eTcsl IopCalbHBIM MMUKpOMEpaM, HeIOCPeACTBEHHO
JIeXalmM Ha MakpoMepe 3D, 1 TTOCTeIIeHHO Ha MUK~
pOMEpHI, pacHoJoXeHHbIe Oonee BeHTpaiabHO (Lam-
bert, Nagy, 2001), to y Crepidula fornicata akTuBauusi
MAPK npouncxonut cHadajaa B aHUMaJIbHBIX MUKPO-
Mepax 1 Heooxommuma s 3armycka MAPK iyt B 3D
(Henry, Perry, 2008). Y 60Jiee MpUMUTUBHBIX MOJLTIOC-
KOB aKTHUBAaIIMSI 3TOTO KackKaga OTMedeHa TOJIbKO B 3D
(Lartillot et al., 2002a; Lambert, Nagy, 2003). ITonas-
JIeHWEe aKTUBHOCTU curHaibHOTO Tyt MAPK mipuBo-
JIUT K CYIIIECTBEHHBIM HapYIICHUSIM B Pa3BUTUM OpTa-
HU3MOB, BBIPaXK€HHBIX B pa3HOM CTETIEHU KaK Ha Op-
raHHO-TKAHEBOM YpPOBHE, TaK M Ha YpPOBHE
CTaHOBJIEHUS TOPCOBEHTPAIBLHOUN OCHU, YTO MO3BOJIMU-
JIO TOBOPUTH O KpaitHel HeobxomumMoctu MAPK mst
cneuurdukanym 6jacroMepa-opraHnusaropa 3D/4d.

C MOMOIIBIO aHTUTENT TTPOTUB (HOCHOPUIMPOBAH-
Hoii popmbl ERK1/2 HaM ymajioch OTYETIUBO BbI-
SIBUTh aKTUBHOCTb MAP-K1HA3bI B paHHEM Pa3BUTUH
T. testudinalis (puc. 3r). Curnan akrtuBHoii MAPK
OBLT OOHAPYKEH IIPUMEPHO Yepe3 I1oj14aca Iocjie OT-
JIeJIEHUsI TPEThEeTo KBapTeTa MUKPOMEPOB B OTHOM U3
MaKpOMEPOB 1 COXPAHSIJICS B 3TOM KJIETKE U IMOCJIE Me-
pexoga K OwiarepaJlbHOMYy TIaTTepHY ApOOJIeHUS.
OToT OJIaCTOMEP MMEJI XapaKTepHYIO BBITSIHYTYIO
¢dopmy, 3aHUMAJT TOPCATbHOE TOJ0XEeHNE U HAaYMHAI
JIEJIMTBCSI TTO3XKE OCTAJIbHBIX MAaKpOMEPOB, YTO HAacT
OCHOBaHUSI OIPENeInTh ero Kak KieTky 3D (puc. 3).
TaxuMm obpa3zoM, n30MpaTeabHasd aKTUBAIIMS KacKana
MAPK B npe3ymMnTuBHOM Oactomepe 3D y mpuMu-
TUBHBIX ractponon Patella, Tectura n Testudinalia cBu-
JIETEILCTBYET O BO3MOXKHOCTU BOBJICUCHMST 9TOTO CUT-
HaJIUHTa B MEXaHU3M crenuduKaluy KakK caMoro
D xBanpaHTa/KieTK-opraHu3aropa 3D, Tak U UHIY-
LPYEeMBIX UM KJI€TOYHBIX JIMHUIMA.

Pesynbrarbl 9KCIEPUMEHTOB € MCIOJIb30BaHUEM
nHrnouTopa MAP-kunaszHoro myti UO126 ToBOpsT O
CYIIECTBEHHO! pOJIY, KOTOPYIO JAaHHBIM CUTHAJIWHT
UTPaeT B ONpeAeieHUN CyAbObl pa3IWyHbIX KJIETOY-
HBIX TUHUHA. Tak, IIUTeIbHas 9KCITO3ULIMS (CO CTaauu
4-x 6J1aCTOMEPOB /10 CTaAUW PaHHEeU racTpyJibl) B MH-
ruouTope aaxe HU3Koi KoHueHtpauuu (10 uM) npu-
BOJIWJIA K 3HAUYUTENIbHBIM JiIeheKTaM pa3BUTUSI MPaK-
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TUYECKU BCEX OPTraHOB M yacTteil Tena (puc. 6a, 60).
DakTUYEeCKN CTOJIb K€ CYIIECTBEeHHbIC HapylLICHUS
MopdoreHe3oB U auhdepeHIMPOBOK HAOIIOAAIUCH
MpY WHKYOAIIUM 3apOAbIIIeii, HauMHAas CO CTaguu
16 6;1aCTOMEPOB MPU BHICOKMX KOHLIEHTPALISIX UHTH-
outopa (40 uM) (puc. 68, 6t, 611), OTHAKO IPUMEHE-
HUEe HU3KMX KOHIIEHTpAIMi yXe Ha 3TON cTamuuy He
MMEJIO0 TaKuxX KaTracTpoUUeCKUX TOCIEeICTBUIMA
(puc. 6¢), a Ha Oosiee MO3THUX 3G GHEKT M BOBCE OBLIT
MPaKTUYeCKN He3aMeTHBIM. M3 TIoIydeHHBIX HaMu
OIMCaTEIbHBIX U 9KCIIEPUMEHTAIBHBIX TAHHBIX MOX-
HO c/ieiaTh BBIBO/I, YTO OCHOBHBIE 3TAIlbl CrielinGuKa-
uu ¢ yuactueM MAP-kuHa3zwl y Testudinalia 3aTparu-
BalOT MEPHOJ IO IIECTOrO IIMKJIA IPOOJECHMS, B T.U.
cTtaguu (hOpMUPOBAHUS U CYILIECTBOBAHUSI MaKpOMe-
POB TPETLETO KBapTeTa, T.e. KOraa MOp(OIIOrMIecK
odopmirsiercs 6aactomep 3D (puc. 3). B 1o ke Bpems,
pe3yJbTaThl OIBITOB ¢ HU3KUMU KOHLICHTPALIUSIMU
U0126 mo3BOJISIOT TIPEATOIOXKUTb, YTO MPOIECC aK-
tuBaunnu MAPK y Testudinalia BoBiiekaeTcsl B MUHIYK-
LIMOHHbIEC B3aMMOJICHCTBUS MEXKIY O1acTOMepaMu He-
CKOJIBKO pa3 B XOJle paHHETro APOOJIeHUs, B T.U. U Ha
craguu g0 16 6iaactomepoB. O6 3TOM CBUIETEILCTBY-
10T Y Hallli JaHHbIE, TIOJyYSHHBIC B XO/€ MpeaBapu-
TeJIbHBIX UCCIIeIOBaHMIA, KOrma KOpOTKUe (Ha BpeMs
OIIHOTO IIVKJIA MeJeHUS TPOOIIEHUs) SKCITO3UIINN B
pactBope U0126 ¢ koHueHTpanueii 10 uM Ha cragusix
4—16 61acTOMEpPOB MPUBOAMIN K HE3HAYUTEITbHBIM
HapymeHusiM pa3putus (badaxanosa u ap., 2010).
BaxxHocTb panHei aktuBauiuu MAPK (B Mukpomepax
MepBOro KBapTeTa ellle A0 nosiBiaeHust 3D) Obuia mpo-
nemoHcTpupoBaHa u 'y Crepidula fornicata (Henry, Per-
ry, 2008). I1pu sToM psix yueHbIx (Harpumep, Henry,
Perry, 2008) oTMe4an CI0XXHOCTb BbISIBJICHUST aKTUB-
Hoii popmbr MAPK ERK1/2 y Mo/tiocKoB, IIpeamno-
Jlarasi, 4To aHTUTe Ia He MOTYT BBISIBIISITH HU3KYIO KOH-
LeHTpauuio aktusHoit MAPK in situ.

V Bcex Spiralia kimetka 4d, moTromMok 3D, siBIsieTcs
WCTOYHUKOM BHTOME30/1€PMbl, KOTOPasl y MOJUTIOCKOB
JaeT LeNIblii HAOOp MBI, BKJIIOYAst CUCTEMY JIMYU-
HouHoro perpakTopa (y Patella, Crepidula, llyanassa),
mmanHouHOe cepare u modky (Clement, 1986b; Dic-
tus, Damen, 1997; Render, 1997; Hejnol et al., 2007). ¥V
Haliotis asinina (Vetigastropoda) B 3ayaTke 3TOI 9acTH
Me304epMBbI OblIa OOHapYyXKeHa SKCIIPECCHsI TeHOB-TO-
MOJIOTOB KOHCEPBATUBHBLIX PETYJISITOPOB Pa3BUTHS
meszonepMbl (Mox, COFE) (Hinman, Degnan, 2002;
Koopetal., 2007), koTopasi cylLieCTBEHHO U3MEHSLIach
WIM UcYe3ala BOBCe Mocjie 00paboTKU 3apobliiieii Ha
paHHUX CcTagusx apobneHust wHruoutopom U126
(Koop et al., 2007).

Bropas yacTh Me3omepMBI — B3KTOME30[epMa —
MPOUCXOANUT Y Pa3HBIX MOJITIOCKOB M3 Pa3IMYHBIX
MUKPOMEPOB BTOPOTO M TpeThero kBapreroB (Hejnol
et al., 2007), 1 gaeT HaYaJIO MBIIIILIAM, B TOM YH1CJIE U
YacTy JIMYMHOYHOTO peTpakropa y Patella v Crepidula.
B skToMe3oaepMe ¢ Hauasa racTpyasiLiuU 9KCIIPecCu-
PYIOTCSI TOMOJIOTH T€HOB fork head wn goosecoid (Lar-
tillot et al., 2002b), a Ha OoJjiee MO3MHUX CTANUSIX —
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B100aBOK K HUM — twist 1 Mox (Nederbragt et al., 2002;
Koop et al., 2007). Bel1o Takke YCTAaHOBJICHO, UTO IO~
cie naKyOarmm 3MoproHoB B U0126 (maxke ¢ NCITONb-
30BaHHWEM HU3KOM KoHueHTpauuu 10 uM) skcnpec-
cust Mox TIOJTHOCTBIO Mcue3ajla U3 KJIETOK 9KTOME30-
nepmbl (Koop et al.,, 2007). EcrtectBeHHO, 4YTO
M3MEHEHHE SKCIIPECCUM TeHOB-CITEIN(PUKATOPOB Me-
3oaepMbl nipu BoznaeiictBun MEK-uHrnouropom co-
IPOBOXIAJIOCHh HapYILIEHWEM pa3BUTUSI ME304ep-
MaJIbHBIX IIPOM3BOIHBIX.

ITo cymecTBytoliieit Moaeau (i1 MTOCTTOPCUOHHO-
ro Beiaurepa) (Damen, Dictus, 2002) BrsruBanue Be-
JIIOMa 1 HOTU B paKOBUHY OCYILIECTBJISIETCS Oy1aronapsi
COKpallleHUIO MIaBHOTO JUUMHOYHOTO peTpakTopa U
pacciabiieHno 100aBOYHOTO peTpakTopa 1 morepey-
HOro MyckyJsia. B skcrnepumeHTax ¢ MPUMEHEHUEM
U0126 y pa3sHBIX TacTpOIIOA Ha XMBOM M (DUKCHUPO-
BaHHOM MaTepuajie oTMeuanu Jubo dosiee Ui MeHee
MOJIHYIO, 100 YACTUYHYIO 1I€30PTaHU3AIUI0 CUCTEMBbI
JqmarHOYHOro perpakropa (Lambert, Nagy, 2001,
2003; Koop et al., 2007; Henry, Perry, 2008). ITo pe-
3yJIbTaTaM HaIMX WcclenoBaHuil Ha Testudinalia, ¢
yBeJIM4YeHUEM BpeMeHM U KoHleHTpauuu MEK-uH-
rubuTOpa yCuimBaiach U CTENEeHb BbIPaXK€eHHOCTH Ha-
pyllIeHUI KaK B MbIIIIEYHOW crcTeMe (B TOM 4uciie U
(YHKIIMOHAIBHO — HECITOCOOHOCTh BTATMBATh Iapyc
B PaKOBUHY), TaK U B IPYTUX ME30EPMaAIbHbBIX TPOU3-
BOJIHBIX BHyTpeHHOCTHOTro Menika. I[Tpu Bo3neiicTBun
Ha 3aponpiiy nHruoutopoMm U0126 Ha craguu nepe-
xoj1a K 32 KjIeTKaM MOXHO TrOBOPUTh CKOpee O YaCTHY -
HOI, HO HE MOJIHOW J€30praHu3aliui CUCTEMbI JTUUM-
HOYHOTrO peTpakTopa (puc. 80). B To e BpeMs1, clieay-
€T OTMETUTh, YTO MAP-K1Ha3HBIN Kackaj, OYEBUIHO,
JIMIIb OTYACTU YMNpPaBJsieT pa3BUTUEM ME30[Ie€pPMbI, B
JIOTIOJIHEHUE KAKUM-TO WHBIM OCHOBHBIM MEXaHW3-
MaM crieurduKalmu.

Jlpyroif BaXHbIM acreKT Halllero MCCAeI0BaHMSI:
HY B OJTHOM U3 BKCIIEPUMEHTOB, TTPOBEIEHHbBIX Ha UC-
cJlemyeMOM BHIE MOJITIOCKOB, HE OBLUIO TOJyYeHO
MOJTHOTO HapyILIeHUsI CHeurdUKaI TOPCOBEH-
TpaJibHOI OCH, MPUBOJSIILIETO K PA3BUTUIO TUUUHKHU C
YeThIPEXIyYyeBOll pamuaabHOM cumMmeTpueit. [lpm
9TOM CJIeIyeT Y4eCTb, UTO BBISIBJICHHbIE HAMU aHOMa-
JIUY B CTPOEHUH PECHUYHOTO KOJIblia, 8 UMEHHO (op-
MBI U TIOJIOXEHUSI TPOXO0JIACTOB, MOTYT KOCBEHHO
CBHMETEILCTBOBATH 00 OrpaHNYeHHOM ydacTu MAP-
KMHA3HOTO KacKaja B CTAHOBJIEHUU JOPCOBEHTPAIb-
Hol ocu. OtcyTcTBHe 2(hdeKTa pagraIn3aly TAIm-
HOK JTaXKe IIPY OYEHb BBICOKMX KOHIIeHTparmsax U0126
ObLIO OTMEUEHO U Jist MoJuttocKa Patella vulgata (Lar-
tillot et al., 2002a), B TO BpeMsI KaK ISl psiia IPYTrUX
MOJUTIOCKOB, KaK TPaBUJIO, He OTHOCSIIIINXCS K TIpU-
mutuBHBIM Patellogastropoda, addexT HapyleHus
cneuuduKalum J0pCOBEHTPAIbHON OCU MpY OJIOKU-
poBannn akTuBaumn MAPK 6bIT HEeODTHOKpaTHO MO~
kazaH. [Ipu 3TOM BakHO MMETb B BUAY, UTO, €CJIU
ISt MoJutrockoB Ilyanassa (Lambert, Nagy, 2001) u
Crepidula (Henry, Perry, 2008) adpdexr panuanmza-
1IMY JTUWIYMHOK HabJogaeTcsl axke Mpu MpUMEHEHUN

HU3KHX KOHLIeHTpauuii 6;iokaropa U0126 (10 uM), To
st MojutiockoB  Tectura (Lambert, Nagy, 2003) u
Haliotis (Koop et al., 2007) Takoro pona HapylIeHUsI
00OHAapYKUBAIOTCS TOJBKO MTPU UCIIOJIb30BAHUU OUEHb
BBICOKMX KOHLIEHTpaluii uaruourtopa (50 uM). NH-
TepeCcHO, YTO JIJIS MOJIMXET B 3KCIEPUMEHTaxX C HecIie-
MbUIecKMMu 0J10KaTOpaMU KJIETOYHOTO CUTHATMH-
ra ObU1a MPOJIEMOHCTPUPOBAHA 3aBUCUMAas CrieINdu-
Kanusi JgopcoBeHTpaiabHOil ocu (Gonzales et al.,
2007b), ogHAKO IO CHX IIOp HET JaHHBIX, CBUIETEIIb-
CTBYIOILIMX 00 y4aCTUU B 3TOM IPOLIECCE UMEHHO MyTH
MAPK. DT0 roBopHT B IOJIb3Y CYIIIECTBOBAHUS U IPY-
TUX MOJIEKYJISIPHBIX MEXaHMU3MOB OIpele/eHus] BTO-
PUYHOI OCH TeJia CPeIM XXUBOTHBIX TPYIITHI Spiralia.

Takum obpa3oM, B psily MOJIJTIOCKOB OT HanoboJiee
MPUMUTUBHBIX K 00JIce BOTIOLIMOHHO POABUHYTHIM
HabOmonaeTcs ycuaeHue ponu MAP-KMHa3HOTo Kac-
KaJa B pa3BUTUM ME30JIepMaJbHOIO 3a4aTKa U Ompe-
JIeJICHUSI IOPCOBEHTpaJIbHOM ocu. OTHAKO, OYEBUIHO,
uyro MAPK curHaguHr paboTaeT B JOIOJHEHUE K Ka-
KMM-TO OoJjiee ApeBHUM M (PyHIaMEHTAIHBHBIM MeXa-
HU3MaM cIienudUKaluy KJIeTOYHBIX JIMHUIA U BTO-
PUYHOM OCH, KAK MUHUMYM Y aHHEJTH]T 1 MOJLTIOCKOB,
HO, BEepOSITHO, N y BceX Spiralia.

Pab6ora mongnepxana Poccutickum doHmoM GyH-
JaMEHTaJIbHBIX McciiemoBaHuii (rpoekT No (07-04-
00201).
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Functional Role for MAP Kinase Signaling in Cell Lineage
and Dorso-Ventral Axis Specification in the Basal Gastropod
Testudinalia testudinalis (Patellogastropoda, Molluska)

V. V. Kozin, R. A. Babakhanova, and R. P. Kostyuchenko
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Abstract—In Spriralia, the specification of cell lines in the course of development is provided by maternal
factors. However, recent studies demonstrated the importance of inductive processes whose significant ele-
ment is cellular signaling. Our data allow us to speak of the dependent specification of a number of cell lines
at the early stages of development of the mollusk Testudinalia testudinalis (Testudinalia tessellate, Patellogas-
tropoda), including the period when the determination of the 3D cell takes place, which is accompanied by
a change in the shape and establishing of contacts with animal micromeres by one of the macromeres of the
third quartet. It is exactly at this moment that activation of MARK was registered in the 3D blastomere-or-
ganizer. An analysis of the influence of the U0126 blocker of the MAP-kinase way on the development of
Testudinalia showed that the greatest effect of the inhibitor is observed during the cultivation of embryos until
the sixth cycle of fragmentation. It should be noted that a scale of correlation of the degree of defects and in-
crease in concentration exists. Absence of the functioning retractor, disorganization of the muscle system,
and abnormal structure of the shell (to the extent of complete absence of the shell), as well as velum, foot, and
mantle fold, were observed in a considerable part of larvae after a lengthy upkeep of the objects in the U0126
solution. At the same time, none of the experiments showed a complete disruption of the specification of the
dorsoventral axis, which produces a larva with a four-ray radial symmetry. This attests in favor of the existence
of various molecular mechanisms of determination of the secondary body axis among the animals from the

group Spiralia.v
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evolutional conservatism.
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