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O0630p MOCBSIIIEH aHAJIU3Y U 0000IIEHNIO COBPEMEHHbBIX 3HAHUI O Tpolieccax, JieXkKallliX B OCHOBE OHTO-
reHesa 000JIOYKU MYKCKOTO rameTodura. O6CYKIeHbI HOBBIE U paHee MOJIydeHHbIE JaHHBIE 0 Pa3BUTUIO
9K3UHBI, a TAKXKE BblAeJIeHbI (ha3bl, HOBTOPSIOIIMECS B PA3BUTUU IK3UHbBI (DUITIOTEHETUYECKU AATEKUX APYT
OT Ipyra BUAOB pacTeHUii. XOTsI IOKa3aHO, YTO (hOPMUPOBAHKE SK3UHBI 3aBUCUT OT MHOXECTBA T€HOB, TIOBTO-
PSIEMOCTb MATTEPHOB 9K3UHBI Y Pa3JIMYHBIX BUIOB PACTEHU (HaIIpUMep, KOJTYMEIUISITHOM 1 TpaHyJISIPHOM 5KT-
SK3UHBbI, JIAMEJUT SHAZK3UHEI C “OeJIbIMU JIMHUSIMU ) TIO3BOJISIET MPEANOJIOXKUTh, YTO 3T ITATTEPHBI OCHOBAHBI
Ha HEKMX HEOMOJIOTMYECKUX MPUHLIMITIAX 3aII0THEHUS ITPOCTPAHCTBA. MeXaHU3Mbl, BOBJICUCHHBIC B pa3BUTHUE
5K3UHbI, OCTaBaJIMCh HESICHBIMU JI0 TEX IOP, OKA He ObLIO MOKA3aHO, YTO MTOCIEA0BATEIbHOCTb CTPYKTYP,
HaOIogaeMasl B X0/ie pa3BUTHSI 9K3WHBI, COBIAAACT C IMOCJIEI0BATEIbHOCThIO CAMOOPIaHU3YIOIIMXCSI MU~
HeUIsIpHBIX Me3oda3s. [To3aHee ObUIO0 0OHAPYXKEHO, YTO B GOPMUPOBAHNY SK3MHBI YI4aCTBYET U IPYTroii hu-
3UKO-XUMHUYECKUI TTpolecc — (pa3zoBoe pasaesieHue. YToObl MOATBEPAUTD, YTO 9K3MHO-TIOJOOHbIE MATTEP-
HBI MOTYT T€EHEPUPOBATHCS IM Vitro 3a CYET MPOCTHIX (PU3MUECKUX ITPOLIECCOB, U UX GOPMUPOBAHUE HE TPE-
OyeT peryJsiliud Ha YypOBHE FeHOMa, HaAMU U APYTMMU aBTOpaMu ObUT MPEANPUHST P 9KCIIEpPUMEHTOB. B
0030pe 00CYXIEHBI ITOJIydeHHbIE B 3TUX 9KCIIEpUMEHTaX naHHble. HecKobKO cepuii HALIMX HOBBIX OIbI-
TOB MO MOJAEJIMPOBAHUIO PAa3BUTHUS 3K3UHBI C IPUMEHEHUEM CMeceil OBEPXHOCTHO-aKTUBHBIX BEIECTB
MIPUBEJIU K MOJIyYEHUIO CTPYKTYP, CUMYIMPYIOLINX OCHOBHBIE TUIIBI 3K3UHbI. AHAIN3 00Pa31l0B METOAOM
TPAaHCMMUCCUOHHOM 3JIEKTPOHHOM MUKPOCKOITMHU TTOKa3aJl, YTO 3TU CTPYKTYPhl (DOPMUPYIOTCS 32 CYET COB-
MECTHOTO AeMCTBUSI (Da30BOr0 pa3aesieHUsI 1 MULICJUISIPHOI caMoopraHu3anuu. [lepecMoTp v aHaIu3 JaH-
HBIX 110 MOpGhOreHe3y 3K3MHBI U 110 MOACIMPOBAHUIO ¢ (DOPMUPOBAHMS BBISIBUIN, YTO MOJIEKYJISIPHO-TE-
HETUUYECKME MEXaHU3MBI 1 (pU3MYECKUE CUJIBI pa0OTAIOT B TAHAEME, CO 3HAUUTEIbHBIM BKJIAAOM (pu3nde-

CKHUX ITPOLIECCOB.

Knioueguvle cnrosa: 060104Ka MBUIBLIEBOTO 3€pHA, pa3BUTHE MbUIbLILI, (PU3UYECKHE CUJIBI, CAaMOOpraHu3a-
111, MULISJUISIpHBIE Me30a3bl, (hazoBoe pasmeieHre, MOAeIMpoBaHe MOp(doreHe3a

DOI: 10.31857/S0475145023050051, EDN: KAHONH

BBEAJEHUWE

OpHa u3 Hanbojee MHTEPECHBIX YepT 000I04eK
MTBUTBLILI ¥ CIIOP — UX IIUPOKOE MOP(OJIOrMIecKoe 1
VABTPACTPYKTYpHOE pazHooOpasue. MMeHHO 3Ta uepTa
JIaeT BO3MOXHOCTh MACHTU(MHULIMPOBATh MCKOMAeMbIe
MbUIbLIEBBIE 3¢pHA B IUCIIEPCHOM COCTOSTHUY U TIOMOTa-
€T MPOBOJUTDL UCCIENOBaHUS B 00JIACTU TMaJIE03KOJI0-
MU U n3MeHeHusl KiimMaTta. [IpoucxoxkaeHue 3Toro
CTPYKTYPHOTO MHOTroo0pa3usi OBIJIO TPYAZHO OOBsIC-
HUTh. TeM He MeHee, ene B 1935-Mm 1. Bynxayc (Wo-
dehouse, 1935) wucnonb3oBas wugen TomrmcoHa
(Thompson, 1917) o ponu MexaHUYECKUX U PU3UYE-
CKUX MpPOLIECCOB B MopdoreHe3e IJsi UHTepIpeTa-
LIUU CTPYKTYPHOTO MHOTOOOPA3USI MbLIbLII.

B Haiie BpeMst aBTOpHI, paGoTalollKe B KIETOYHOM
OMONIOTMY 1 OMOJIOTUM Pa3BUTHS, TIOTYESPKUBAIOT BaXK-

283

HOCTh OMO(PU3NIECKUX CUCTEM KOHTPOJISI IIPOIIECCOB
pasButus (Ingber, Jamieson, 1985; Ingber, 1993, 2003a,
2003b; Lecuit, Lenne, 2007; Lecuit, 2008; Lintilhac,
2014; Lintilhac et al., 2019; Stillman, Mayor, 2023).
boiin onmy6nrkoBaHbBI 0030phI, IEMOHCTPUPYIOIINE
pOJib MPOLIECCOB CaMOOpPraHu3aluu B OUOJIOTHYE-
ckux cuctemax (Hanpumep, Kauffman, 1993;
Kurakin, 2005; Benitez, 2013; Schweisguth, Corson,
2019; Curantz, Manceau, 2021). IToka3zaHo, 4yTo du-
3UYEeCKMe MEXaHU3Mbl, B TOM UYHCJE IPOLIECCHI ca-
MOpraHM3aluy YYacTBYIOT B 0Opa3oBaHUM pa3idd-
HBIX matrepHoB u cTpykryp (Coen, Meyerowitz,
1991; Lecuit, Lenne, 2007; Lecuit, 2008; Shapiro
et al., 2015; Schweisguth, Corson, 2019). [leiicTBUTETb-
HO, C TOYKM 3peHus] 6Mopu3nKu, Mop(OoreHe3 Ha TKa-
HEBOM YPOBHE OCYIIIECTBIISIETCS “B pe3yJIbTaTe B3alMO-
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JIeHCTBYS CBOMCTB TKAHEM 1 NEMCTBYIOIMX HA 3TU TKA-
H1 MexaHudeckux cwi” (Shellard, Mayor, 2023).
Mannens6pot (Mandelbrot, 1982, p. 162) yTBepxnai
10 TTOBOY LIEHTPaJIbHOTO OCHOBHOI'O CBOMCTBA OMO-
Jjornyeckoidi ¢opmbl, uTO: “XapaKTepuCTUKaM,
MpeaonpeaeieHHbBIM TeOMETpHueil, He3adeM 3arpo-
MOXIaTh FeHeTUYecKMii Kon”. MIMeeTcss MHOTO XO-
pOIIIO M3YYEHHBIX IPUMEPOB CaMOOpPraHM3aluK Ha
MoJeKyasapHoM ypoBHe (Sitte, 1981), B ToMm uucie
¢dopMUpOBaHUE HYKJIIEOCOM, pUOOCOM, Moaudep-
MEHTHBIX KOMITJIEKCOB, MUKPOTPYOOUYeK, MUKPO(DU-
JIJaMEHTOB, MUO(PUIaAMEHTOB 1 JPYTUX KOMIIOHEHTOB
muTockenera (Hampumep, Vignaud et al., 2012;
Kadzik et al., 2020). O1u saBiaeHUs OJ1U3KU K CaMOOP-
raHM3aluy1 B HEXXUBBIX cUCTeMaX. [€eHOM B 3TOM CI1y-
Yyae MpeaoCTaB/IsIeT HadaJlbHbIE YCIOBUS MPOIIECCOB
passutus (Regier, Hatzopoulos, 1988). boiee Toro,
cama ruta3MaTiJdecKast MeMOpaHa KIIETKU U €€ TIOBEPX-
HOCTHBII MOKPOB — NIMKOKAJIMKC — TaKXKe CTPOSITCS
nyreM camMoopranusauuu. OIHako poib (u3nde-
CKUX CWUJI, IIMPOKO IIPU3HAHHAS B IPYTUX 00JIACTIX
OMOJIOTUM pPa3BUTHUSI, BCE €Ile HEIOOLIEHUBAETCS
cIielMaJucTaMM, wu3ydamimuMu ¢GopMUpOBaHUE
TaKCOH-CIeMPUIHBIX (POPM 000JI0YEK TbUIbIIE-
BBIX 3€pEH.

Hnaes o ToM, 4TO (DU3MKO-XMMUUECKUIT TIpoliecce,
caMOOpraHu3alusi MOXET y4acTBOBaTh B Pa3BUTUM
CTEHKU MBUILLIEBOIO 3epHa, ObLIa BIEPBBIC BBEACHA
Xecnomn-XappucoHnoM (Heslop-Harrison, 1972) 1 nmo3z:xe
pa3Buta apyrumu aBropamu (I'epacumoBa-HapailHa,
1973; Sheldon, Dickinson, 1983; Dickinson, Sheldon,
1986; I'abapaesa, 1990, Gabarayeva, 1993; van Uffel-
en, 1991; Hemsley et al., 1992; Blackmore et al., 2007,
2010). Xopolilo U3BeCTHOE, YIUBUTEIBHOE CXOACTBO
MAaTTEePHOB 3K3MHbI Y MHOTMX HEPOACTBEHHBIX BUIOB
SICHO yKa3bIBaeT, YTo (hOpMUpPOBAHUE STUX IATTEP-
HOB OCHOBAHO Ha KaKUX-TO (PU3NYECKUX 3aKOHO-
MEPHOCTSIX, TAKUX KaK OIepanyy 3all0OJTHEHUs MPO-
ctpaHcTBa (Scott, 1994).

BaxxHast MbICJIb O TOM, YTO CAMOOPTaHU3YIOLIUECS
(GUBUKO-XMMUUYECKHE B3aUMOICMCTBYSI BMEIIIMBAIOTCS
B (hopMUpoOBaHUEe NAaTTEPHOB B KMBBIX CUCTEMAX, TPU-
Hamiexut I’Apcu Tomricony (D’Arcy Thompson,
1917). TlpennosoxeHue O TOM, YTO TJIMKOKAJIUKC,
OCHOBa 151 OyayIei 9K3UHbI B TETPATHOM MEPUOJIE
MUKPOCIIOp, SIBJISIETCS CaMOOpPTraHU3YIoIIencs KoJj-
snounHou cucteMoii (I'abapaena, 1990a, Gabarayeva,
1993), okazajioch XOpOIIMM AOMNOJHEHUEM K TIpe-
MOJIOXKEHUIO O KOJUJTOMIHO-MULIE/UISIPHOU TIpupoe
cnioponoyuienrnHa (Hemsley et al., 1992; Collinson et al.,
1993). Hamma coBMecTHasi TuIiote3a o 3Ha4uTeJIbHOM
y4yacTUM MPOLIECCOB CaMOOpraHu3anuu B GopMupo-
BaHuU 3K3uHBI (Gabarayeva, Hemsley, 2006; Hems-
ley, Gabarayeva, 2007) nHTepIIpeTUpOBaia IIPOLECC
¢dopMUpOBaHUST 3K3MHBI KaK pa3BOpavyMBaIONIyIOCS
MoCe10BaTeIbHOCTh MULIEJUISIDHBIX Me30dha3 ¢ mo-
CAEOYIOLIEN aKKyMYJISILMEN CIIOPONOJUJICHWHA.

I'ABAPAEBA

To, 4TO MMKOKAJIMKC MUKPOCTOp (=IMPUMIK3U-
HOBBI MaTpukc o Heslop-Harrison, 1972) coctrour
IJIaBHBIM 00pa30M U3 TIIMKOIIPOTEMHOB, OBLIO TTOKA-
3aHo ructoxumudecku (Rowley, 1971, 1973; Pettitt,
Jermy, 1974; Rowley, Dahl, 1977; Pettitt, 1979). Pay-
qu (Rowley, 1975) mokaszan Takxe MpPUCYTCTBUE B
TITMKOKAJIUKCE JIUTIOITOICaXapruIoB.

MHorue MIMKOIMPOTEWHBI U JIUTIONOIUCaxapuabl
SIBJISIIOTCS  BBICOKOMOJIEKYJIIDHBIMU ~ BellleCTBAMU
(BMB), KoTopble OTHOCSTCSI K KJIACCy TTOBEPXHOCT-
HO-aKTHUBHBIX BellleCTB — cypdakTaHTOB. BaxHo TO,
yto noHbl Ca** B BogHOI (ha3e BHI3BIBAIOT IMOBEPX-
HOCTHYIO arperauuio IJIMKOIPOTEMHOBBIX MOJEKYJ
(Gingell, 1973), cnemoBaTeabHO 3TU BellleCTBa 001a-
JaI0T CKJIOHHOCTBIO K CTPYKTYPOOOPa30BaHUIO U MO~
BEpXHOCTHOMY MHulIeu1000pa3oBanuio (Bray, 1973).
INukonpoTeHOBBIE PACTBOPHI COYETAIOT XapaKTe-
PUCTUKU MOJIEKYJISIPHBIX PACTBOPOB U KOJUIOUAOB U
M3BECTHBI KaK MoeKynsipHble Koutouabl (MK). ITo-
CJIe[THUE SIBJISIIOTCS OCHOBHBIM COJAEPKUMbBIM >KUBOM
KJIETKU: OOJILIIMHCTBO KJIETOK COMepKaT KOJIJTIOUIbI,
a He UCTUHHbIe pacTBOpbl. bojee Toro, cama UUTO-
I1a3a siBJsieTcs NceBIOKOoLIoua0M. B 3TOM cMmbIcie,
3HAUYUTEbHASI YaCTh OMOJIOTUU SIBJISIETCSI HAYKOM O
kosmounax. MK cmoHTaHHO 00pa3yloT 0coOble CTPYK-
TYPHbBIE CUCTEMBI, CTAOUJIBHBIE M OOpaTUMBbIE, C pa3Ma-
XOM pa3Mepa YacTHll B KOJIZIOUIHOM JUarna3oHe — oT 1
1o 1000 HaHomeTpoB (Ppuapuxcoepr, 1995). Mexa-
HU3M 00pa30BaHUS MMLEI SIBJSETCS IHEpreTuue-
CKU BBITOAHBIM M UJIET ITyTEM CaMOOPTaHU3alIuH (CM.
ooiiee metanbHO B Hemsley, Gabarayeva, 2007). Dto
O3HayaerT, YTo AJIsl TeHepalluv MULIEJJISIPHBIX arperaToB
TpeOyeTCsl MeHbIIIe SHEPTUU, YeM IS X pacriajaa.

Cdepa MulIe/UISIpHON caMOOpraHu3aluy “oorara
u 3amevarenbHa” (Scriven, 1977; Ball, 1994). bnaro-
JIapsi caMOOpPTaHM3aIMM BO3HUKAIOT TaK Ha3bIBae-
MbIe “OMKOHTUHYaJIbHbIE CTPYKTYPhl”~, HATIOMUHAIO-
mye 1a0upruHT. OHU COCTOSIT U3 IBYX B3aUMOITPOHM -
KaoIIX ITOA00BEMOB, OPTaHW30BAaHHBIX MO TUITY
“Macio-B-Bozie”, CTAOMINM3UPOBAHHBIX MOJIEKYJIaMU
cypdakranToB (cM. Fig. 4C B cratbe Hemsley, Gabara-
yeva, 2007). OTH CTpYKTYphI ITONOOHEI MPOJIAMEIIISIP-
HBIM TeJIaM, M3 KOTOPBIX (hOPMUPYIOTCST XJIOPOTUTACTHI
(Gunning, Steer, 1986). Takue CTpyKTYpHI IPEIOCTAB-
JITIOT Hambosee 3(hGeKTUBHBII MeXaHU3M YITAKOBKU B
npocrtpaHctBe (Hemsley et al., 2004). OmicaHo MHOTO
pa3HbBIX (OPM MULICJUISIPHBIX CTPYKTYP.

Muiie/ibl — CyImpaMoJIeKyJIsipHBIE arperaThl, KO-
TOopble (POPMHUPYIOTCS B pacTBopax cypdakTaHTOB
IIpU HEKOM OIIpeleIeHHON KOHILIEHTPAalluU JTaHHOTO
BeIleCTBa IIyTeM CaMOOpraHU3allii B pe3yJIbTaTe
ruapodoOHBIX B3auMoAecTBUii. [1aBHas mociaeno-
BaTeJIbHOCTb MULIEJUIIPHBIX Me30(da3 1 X Ha3BaHUSI
nmokasaHbl Ha puc. 1. HekoTopble xapakTepuCcTUKU
munenan oboo6imeHsl Xomau (Hamley, 2000) u —
BKpaTlie — B HallleM MpeabiayiieM oo3ope (labapaesa,
2014). ITocnenxue nBe Me30¢a3bl OCIeI0BATEIBHOCTI
SIBJISIFOTCS XKUIKUMU KpucTaaiamu (Reinitzer, 1888;
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Puc. 1. PaszauuHblie ¢hhopMbl MULIEIIT M X arperatoB (amantupoBaHo u3 Hamley, 2000). (a—m) CypdakraHThl B pacTBope (IIpu
YCJIOBUM BO3PACTAIONIMX KOHIIEHTPALIMi1) IeMOHCTPUPYIOT IMOCJIEI0BATEIbHOE MPOXOXIAeHUE Me30(da3 OT AUCIIePCHBIX MOHO-
MEpOB JI0 JIaMEJUISITHOM OpraHu3aluy. T CIIOHTaHHO-00pasylolrecst CTPYKTYPbl IPUHUMAIOT CJIerka pa3jinyHylo (peBepc-
HYI0) KOH(MUrypaluio B 3aBUCUMOCTUA OT TOro, (DOPMHUPYIOTCS JIU OHU B BOOO-OCHOBHOI WJIM JIMIIMAO-OCHOBHOM cpene.
(a) CBOOOIHBIE MOJIEKYJIBI C TUAPOMDUIBHOI TOIOBKON U ruaApodoOHBIM xBocToM. (0) Cdhepuueckas muueia (B paspese).
(B) Uununapuueckast muuesa. (r) [ekcaroHajibHO-yakKoBaHHbIE UMJIMHIPUYECKHe MULEUIBL. (1) JlaMrMHaTHbBIE (OBYCIOM-
HbIC) MULIEJIJIbI B TapaJlJIeIbHOM yIIaKOBKE C 3a30paMu Mexkay ouciiosMu (“uyucrtass” Me3odasa). Dta nocieaHss Mesodasa siB-
JIsIeTCsl KOHEUHO He3aBUCHMO OT cocTaBa cpefbl. (€) ObpartHas (peBepcHas) chepuueckas muiiesuia (B paspese). (k) Obpar-
Hasl (BbIBEpHYTasl HAU3HAHKY) LMWJIMHApUYecKass Muiiesia. (3) OOpaTHbe reKcaroHajabHO-yMaKOBaHHbIE IIUJIUHIPUYECKUE
MuLesUibl (cpenHsist Me3odasa). (1) TpaHauTuBHass Me3odasa Mexny chepruuecKUMU U TUIWHAPUYECKUMU MULIEJIAMUA — KO-
JioHKU chepuyeckux mutiesui. (k) Llernmouku chepuyecknx Mutiesun — ctpuHru. (1) [Ipsimast u o6paTHast U3OTHYThIE IVJTUHIPU-
yeckue mMuteuisl. (M) YepBeoOpasHas mullesuia (M3 CIUTIOIIEHHBIX chepudeckux muiein). Ha puc. 1 Bocipou3BeneHbI:
Fig. 1a—f from the paper of Gabarayeva, Grigorjeva, 2016 “Simulation of exine patterns by self-assembly” from Permission and
License number 5474710817880 of Springer Publishing Company.

Lehmann, 1904; Neto, Salinas, 2005). bsu1 o6Hapy-
KeH (heHOMEH OINaJIeCLIEHIIMU, CO31aBaeMblil XU~
KUMHU KPUCTAITIAaMU B XKUBOU (HarpyuMep, HAAKPBUIbS
KYyKOB) 1 HexxuBoi (onan) npupone (Reinitzer, 1888).
Kunkue xkpucramsl (cM. Fig. 5 B Hemsley, Gabara-
yeva, 2007) gacto HaOIIOHAIOTCS B IMTOIIa3Me pa3-
BUBAIOIIMXCI MUKpocIiop 1 Taneryma (cM. Fig. 5 B
Gabarayeva et al., 2010: Persea americana). Omanec-
LIEHIMST TUMTUYHA IS TTOBEPXHOCTH MHOTUX MBLIb-
LIEBBIX 3€PEH U CIIOP, HAIIpUMeED ISt NBUIbLBI Stange-
ria eriopus u Enchephalartos altensteinii: iblIblIA 3TUX

OHTOTEHE3 Ne 5

TOM 54 2023

BUIOB 0OJIagaeT IepeNMBYATOCTHIO TIPM HaOIome-
HUU 11011, OMHOKYJISIPOM.

MoeKynsIpHO-TEHETUYECKIIE MEXaHU3Mbl, BKJIIO-
yas qnuddepeHINaIbHYIO 9KCIIPECCUIO TeHOMa, OIpe-
JIEJISTIOT TOYHBINA COCTaB BEILIECTB M UX OTHOCUTEIIBHBIE
KOHILIEHTpAallMM, BKJIIOYas IIpeaIleCTBEHHUKU CITO-
POIIOJUIEHMHA U €r0 MOHOMEPHI: KMPHBIC KMCJIOTHI,
dbeHMITIPOTIaHON I, HATIPUMED, p-KYMapOBYIO KUC-
sory (Gubatz et al., 1986; Herminghaus et al., 1988;
Wiermann, Gubatz, 1992; Wilmesmeier, Wiermann,
1995; Van Bergen et al., 2004; Hemsley et al., 1996a;
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Wilmesmeier, Wiermann, 1997; Wiermann et al., 2001;
Grienberger et al., 2010; Kim, Douglas, 2013; Wang
et al., 2013; Quilichini et al., 2015; Li et al., 2019).
[NpenmecTBEeHHUKA 1 MOHOMEDPEI CITOPOITOJUIEHHA,
Oyay4r TakkKe MOBEPXHOCTHO-AaKTUBHBIMM BeEIlECTBa-
MM, JOCTABJISIIOTCS B MIEpUILIa3MaTHYECKOe MPOCTpaH-
CTBO, HAUMHAas CO CPEIHEN TETPAJHOM CTAIUU.

M3BecTHBI MHOTOUMCJIEHHBIE TeHBbI, 9KCIIPECCHUsi
KOTOPBIX HEOOXOIMMa IJIsI OTJIOKEHUN 9K3WHBI, TAK KaK
OTIpenelIsIeT COCTaB “CTPOUTEIILHBIX OJIOKOB”, HE00-
XoauMBbIX 1Jis1 ee hopmupoBaHus (Paxson-Sowders
et al., 1997, 2001; Ariizumi et al., 2004, 2005; Dong
et al., 2005; Nishikawa et al., 2005; Zhang et al., 2007;
Grienenberger et al., 2010; Ariizumi, Toriyama, 2011;
Dobritsa et al., 2011; Li et al., 2010; Wallace et al.,
2011; Lou et al., 2014; Hu et al., 2014; Quilichini et al.,
2015; Jia et al., 2015; Shi et al., 2015; Kim, 2015; Pad-
manaban et al., 2017; Xiong et al., 2020; Wang, Do-
britsa, 2018, 2021; Liet al., 2019; Wang et al., 2021; Mi
et al., 2022; Xu et al., 2022; Kanaoka et al., 2022),.
O030p MO reHeTUIECKUM M OMOXMMUISCKAM MeXa-
HU3MaM TIOCTPOEHMsSI CTEHKHU IIbUIBLIEBOTO 3€pHa
onyonukoBaH IlIu ¢ coaBropamu (Shi et al., 2015).
HenasHo Ob1T OITyOIMKOBaH KpaTKUif 0030p TI0 Y-
TOJIOTMYECKOM M MeTabojmyeckoil mudpdepeHima-
M MEXIY BEreTaTUBHBIMU KJIETKaMU U KJIEeTKaMU
MYXCKOTo rameroduTa, ¢ akKlLiEHTOM Ha POJib Bpe-
MEHHOI Kajuto3Hoii obonouku (Liu, Wang, 2021).
OpHako, HUYTO HEe MPOTUBOPEYUT UACE, YTO BO3ZHUK-
HOBeHUE crielM(pUIeCKUX ITAaTTePHOB 3K3MHBI OCHOBA-
HO Ha (PUBUKO-XMMHUYECKMX 3aKOHOMEPHOCTSIX TeCHOM
YIIAaKOBKM B MPOCTPAHCTBE (TaK Ha3bIBAEMbBIX “‘OIlc-
palusIx 3alodHEHUS IIpocTpaHcTBa” — Scott, 1994;
Hemsley, 1998).

Lexs 301 pabOTH — 0OPHMCOBATH INTABHBIE BHIBO-
bl U3 MPEIbIAYILINX UCCICIOBAHUN U MPENCTABUTH
HOBBIE 3KCIIEPUMEHTHI IO MOJIEJIMPOBAHUIO SK3UH
JIJIsI TOTO, YTOOKI C(DOPMYIMPOBATh INIABHBIE 3aKOHO-
MEPHOCTHU YITyLIEHHBIX paHee U3 BUIAa MEXaHU3MOB
Mop@oreHe3a 3K3MHBbI.

PAMKH OB30OPA

00630p chokycrupoBaH Ha poju PUBNKO-XUMUYE-
CKUX TIPOIIECCOB B OHTOreHe3e O00O0JIOUKU MbLIbIIbI.
MBI CKOHIIEHTPUPOBAIVCH Ha HAIIMX COOCTBEHHBIX
paboTax, a TakKe Ha paboTax IpyrrX aBTOPOB, KOTOPbIE
UMEJIH JeJI0 C TOM e Impo0bseMoii. Pe3ynbTarsl rociien-
HUX 8-MU JIET, KOTOpPbIe MPONILIM C HAIIEro MpPeabIay-
mero o63opa (Gabarayeva, 2014), mepecMOTpeHbI U
npoaHanu3upoBaHbBl. OOCY:KIEHEI ITPEKHNE 1 HOBBIC
OHTOI'€HETUYECKUE HUCCICHJOBAaHUA N 3KCIICPUMECH-
TaJIbHOE MOJIEJIMPpOBaHUE.

I'ABAPAEBA

MEPECMOTP KOHUEIILINHA:
CPABHUTEJBbHbBIN AHAJIN3 ®U3UKO-
XUMHNYECKHNX MEXAHN3MOB, JTEXAILIINX
B OCHOBE PA3BUTHA SK3MHBI

KitoueBoit MOMEHT 3akitoyaeTcss B TOM, YTO BCS
MOCIeA0BATEIbHOCTb CTPYKTYP, HAOII0JaBIIasICs HAMU
B XOJI€ Pa3BUTHUSI SK3UHBI y 43 BUIOB 13 OTAAICHHBIX U
OJIM3KUX TAaKCOHOB, COBMANaeT C MOCAEIOBaTEIbHO-
CThIO CAMOOPTaHUBYIOIINXCSI MULICJUIIPHBIX Me3odas.
BosHukHOBeHue 3THx Me30¢ha3 MHULIMUPYETCS B Te-
pUIUIa3MaTUYECKOM TPOCTPAHCTBE MUKPOCIIOp OIlpe-
JIeJIIeMbIMU TEHOMOM cypdakTaHTaMU (BEPOSITHEE BCE-
ro — DIMKONPOTEMHAMM W JIMIIOIOoJMcaXapuIamMHu)
MPU NOCTENEHHOM YBEJIMUYEHUU UX KOHLIEHTpPaLIUH.
OrpomHoOe pazHOOOpa3ue NMaTTepHOB 3K3MHbBI BO3HUKA-
€T, TI0 CyTH, Ha OCHOBE TPeX OCHOBHBIX MULIEJIISIPHBIX
3JIEMEHTOB: C(EPUYECKUX, LUMUIUHAPUYECKUX (Ta-
JIOUKOBUAHBIX) U I1acTUHYATHIX (puc. 1). B opranm-
YECKHUX CUCTeMaX 3TU BJIEMEHTHI 4acTO cJierka uckKa-
JKEHBI: BCTPEYAIOTCS MCKPUBJIEHHbBIE CTOJOUKU WU
BOJIHUCThIE TJTACTMHBI BMECTO MPSIMbIX. TaKOBBI Ha-
TypajibHble 2JIEMEHTbI, HaOJIOJaeMble B Ipoliecce
pa3BUTUSI IK3UHBL: chepuyeckre eIMHUIIbI ToJjioce-
MEHHBIX (HallpuMep, TpaHyJibl 3K3UHbBI Y Larix); naaod-
KOBUIHBIE €IUHUIIbI, TAKUE KaK MPsSIMble WIN UCKPUB-
JIEHHbIE KOJIyMEeJUIbl OOJIbIIIMHCTBA AHTMOCTIEPMOBDIX;
TPSIMbI€ WM UCKPUBJICHHBIE aJIbBEOJIbI (KaK B 9K3MHE
y Stangeria v Pinus); U3BWINCTbIE WJIW POBHBIE Jia-
MeJUTbl (KaK Y MHOTUX 000JIOUEK CTIIOP U B 9HJAIK3UHE
CEMEHHbBIX PACTEHMUIA).

Coeprueckne MUIIEUTBI HAOMIOMAINCh HA paH-
HUX CTaAusIX Pa3BUTHUSI 9K3UHBI Y BCEX UCCIENOBaH-
HBIX BUIOB. Y OOJBIIMHCTBA BUIOB MBI HAaOIOIaIN
TaKKe KOJJOHKM U3 cheprIeCKUX MULIET (KOTOpbIe
SIBJISTIOTCS TPAH3UTUBHOUN Me3oda3oii Mexny chepu-
YeCKOM 1 UMJINHAPUIeCcKoi Me3oda3soit (puc. 2: Eu-
pomatia laurina, Chamaedorea microspadix, Magnolia
sieboldii, Nymphaea mexicana, Swida alba v Acer tatar-
icum), KaK ¥ TUCKOUIHYIO Me30(a3y (KOJIOHKHU “MO-
HETHBIX CTOJIOMKOB” , CILTIOIIEHHbBIE MULIEIIJIBI) Y L1~
KanoBbIX Stangeria eriopus i Encephalartos altensteinii
(puc. 3a—3B; Fig. 7 B pabore Hemsley, Gabarayeva
2007).

J. Rowley B cBoMX MHOTOYHMCIEHHBIX paboTax (CM.
TOJHBIA CIMCOK €ro crarTeid B MOCBSAIIEHHOW €ro
naMsaTu cratbe biskmo n CkBapabsl — Blackmore,
Skvarla, 2012) HaGm0Ma1 MAJIOYKOBUIHBIE 3JIEMEHTHI
y 6oJ1b11I0r0 Yyncia BumoB. OH Ha3bIBAJI 3TU €IUHULIBI
nmyykamu (tufts), (Rowley, 1990), u paccmartpuBan
Kak (pyHIaMeHTaIbHbIe eAUHMIIbI K3WHbI, TOTYEPKU-
Basi X CIIUPAJIbHYIO CYOCTpyKTYypy. CiupaibHyIO Cy0o-
CTPYKTYPY Pa3BUBAIOIIMXCSI KOJTYMEJUT Mbl HAOII0naI1
Y MHOTMX U3YYEHHBIX HAMUW BUIIOB B TETPATHOM MEPUO-
Jie; TIO3IHEe OHA MACKUPYeTCsl OTIOXKEHUSIMUA CITOPO-
nojuieHrHa. CriupajibHasi CyoCTpYyKTypa HMJIMHAPUYES-
CKMX MHIEI, KOTOPOU TpUcyllla 3aKPy4YeHHOCTb,
W3BECTHA, HAIIPUMEDP, B XUPAJIbHOM, HEMATUUECKOM
daze u cmekTuueckoit C ase, rae MOJIEKYJIbI pac-
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Puc. 2. Mosnonast u cpeiHsisi TeTpaaHble CTaAuM Pa3BUTHSI MUKPOCIIOP Yy Psifia BUAOB, BbISIBJISIIOIINE MHULIMATbHbBIE MULIEIUISIP-
Hble Me30(da3bl mapasienbHo ¢ (ha30BbIM pasznesieHueM. (a, 6) Kononku ceprueckux MUulies1 Ha paHHe TeTpagHOUN cTanuu
y Eupomatia laurina u Chamaedorea microspadix (eonoexu cmpenok). (B—e) KoJIOHKM TTOTyCIUBIIUXCS C(PepUISCKUX MUTIEILT
(eonoeku cmpenok) Ha cpenHeit rerpaaHoit cranuu y (B) Magnolia sieboldii, (r) Nymphaea mexicana, (n) Swida alba, (e) Acer ta-
taricum. @a3oBoe pasaesieHre B epUIIa3MaTUYeCKOM MPOCTPAHCTBE XOPOILIO 3aMETHO Kak KoOHLeHTpupoBaHHbIH (KC) u nc-
touieHHBI (MC) cnoii. Ka — kanmno3a, [IM — na3maruueckast MeMOpana, BIIM — BeipocThl n1a3maTuueckoit MeMOpaHhbl,
M — LIMTOIUIa3Ma MUKpOcKophl. (a—e: Fig. 3a'—f u3 Gabarayeva, Grigorjeva, 2016). Maciurabubie auHeiiku 0.5 mxm. Ha
puc. 2 BocripousBeneHbl: Fig. 2 from the paper of Gabarayeva, Grigorjeva, 2016 “Simulation of exine patterns by self-assembly”
from Permission and License number 5474710817880 of Springer Publishing Company).

MOJI0OXEeHBI BUHTOOOpa3HbIM obpa3oM (cM. Fig. 11, i, j
B pabotre Gabarayeva, 2014). Mbl cyuTaem, 4YTO
“tadThl” (110 TepMUHOJOTMU Rowley) cooTBETCTBY-
OT MWIMHAPUYESCKUM MUIIEIaM W, CKopee, WX
KJ1acTepam.

B Hacrosiiiee BpeMsi BbISICHWJIOCH, UTO MMLIEJI-
JIIpHasi caMOOpraHu3alusi — He eMMHCTBEHHbBIN (hU-
3UUYECKMI IPOLIECC, BOBJICUYEHHBII B pa3BUTHUE IK3U-
HBbI. JIpyruM BasKHBIM ITPOLIECCOM SIBJIsieTCs (pa3oBoe
paszaesieHue. DTOT MPoLIECC SIBJsIET CO00i (hUu3nuecKuit
MEXaHU3M TeTepOTeHHOTO pacrpeicsieHUs] BEIIeCTB B
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HekoM o0beMe. B yacTHoCcTH, (hazoBoe pasneaeHue JIo-
KaJIbHO YBEJMYMBAET KOHILIEHTPALUIO BEIIECTB B OJI-
HOI 06J1aCTH MEPUTIIA3MATUUECKOTO IIPOCTPAHCTBA,
OIHOBPEMEHHO MPUBO/S K UCTOIICHUIO B APYTOif €ro
o6mactu. Berio mokaszano (Lavrentovich et al., 2016),
YTO MHOrooGpasue MaTTepHOB 3K3UHbI MOXET ObITh
00BsICHEHO (PA30BBIM MEPEXOAOM K ITIPOCTPAHCTBEH-
HO U3MeHeHHbBIM (azaM. [TocaenHue ABASIIOTCS T€0-
METPUYECKU MPAaBUJIBHBIMU CTPYKTYPaMU, BBI3BaH-
HbiMU (a3oBbIM pasneneHuemMm (Leibler, Andelman,
1987). Ilpu ¢azoBoM pazneaeHUN U3HAYaJIbHO CMe-
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Puc. 3. Mosonast u cpenHsisi TeTpajHble CTaauy pa3BUTUSI MUKPOCIIOP Y LIMKAIOBbIX. (2) TpaH3UTHMBHAsI MULIEJUTSIPHAST ME30-
(daza “MoHeTHbIE CTONOUKN” (KOJIOHKM YIUIOLIEHHBIX chepruecKrnx MULIEIUT) TIPU Mepexoie OT paHHEH K CpeaHel TeTpagHoit
cranuu y Stangeria eriopus. [TUKOKaTWKC COCTOUT U3 OTAEIbHBIX PaIUaIbHO OPUEHTUPOBAHHBIX U TECHO YITAKOBAHHBIX KOJIO-
HOK CIUTIOLIEHHBIX chepruueckux Muuest (cmpeaxu). (0, B) CpenHsisi TeTpangHasi craaus y Stangeria eriopus (6) and Encephalar-
tos altensteinii (B). ®a3oBoe pa3nesieHUE BEILIECTB NIMKOKAJIMKCA MPUBEJIO K pacCIOeHUIO Ha KoHLeHTpupoBaHHbI (KC) u nc-
toueHHbI (M C) cion. YropsinoueHHas MULIEUTSIpPHASI CTPYKTYpa — CJIOM HMJIMHAPUYECKHX MULIE/UT — JIOKAJIM30BaHa BHYTPHU
KOHLICHTPUPOBAHHOTO CJ10sl. DTa cpenHsisi (UM rekcaroHajibHasl) Me3odasa siBsieTcsl KapkacoM Oyaylueil yIITMHeHHO-allb-
BEOJISIPHOM 3KTAK3UHBL. [ OP — rnagkuii sHmomnnasMaTudeckuii petukyiyM, LII' — nuucrepHsl [onbmku. OcTtaibHble 0003HA-
YeHUsl 3Iech M Jajiee — Kak Ha puc. 2. Macurabusie auHeiiku: (a) 0.3, (6) 1, (B) 0.2 mxm. Ha puc. 3 BocripousBeneHbI:
(a, 6) Plate V, 11 and VI, 13 from the paper of Gabarayeva, Grigorjeva, 2002, “Exine development in Stangeria eriopus (Stange-
riaceae): ultrastructure and substructure, sporopollenin accumulation, the equivocal character of the aperture, and stereology of
microspore organelles”, Review of Palaeobotany and Palynology 122 (2002) 185-218, from Permission and License number
5474710508368 of ELSEVIER; (c¢) Plate 1V, 6 from the paper of Gabarayeva, Grigorjeva, 2004, “Exine development in Enceph-
alartos altensteinii Cycadaceae): ultrastructure, substructure and the modes of sporopollenin accumulation”, Review of Palaeco-
botany and Palynology 132 (2004) 175—193, from Permission and License number 5474710077579 of ELSEVIER.

IIaHHBIE CUCTEMBI HoaBepraloTcs pazoBomy pacciio-  pa (Alberti, 2017). [To3gHee nossBuiIack Teopusi, 00b-
eHMIo (mpollecc, oOpaTHBIM CMEIIMBAHUIO) Ha IBa  SICHSIONIASI BCE MHOroo0Opasue ITaTTepHOB 3K3UHEI,
Wi O6ojiee KOMIIApTMEHTa, B Pe3yJibTare KOTOPOTO B BKJIIOYasl CKYJIBIITYPY M pacIpelesicHue arepTyp,
JIByX Pe3yJIbTUPYIOIINX U3MEHEHHBIX (pa3ax MOXeT Io-  3TuM dusndeckuM IpoueccoM (Radja et al., 2019).
SIBJISITBCSI YITOPSITOYEHHASI TIPOCTPAHCTBEHHASI CTPYKTY-  DTH aBTOPHI UCTIONB30BAIM KOMITHIOTEPHOE MOAETTMPO-
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BaHME, YTOOBI ITOKA3aTh, YTO B XOIE PA3BUTHS OOOIOUKI
MBUTBLIBI (ha30BOE pasaesieHre BeAeT K MPOCTPaHCTBEH-
HO-U3MEHEeHHO# ha3e, U YTO TATTEPHbI OOOJIOUYKU
MTBUTBITEL (hOPMUPYIOTCS TIyTeM (ha30BOTO pasmeICHMS
TIPUMAK3UHBI, CONTPSIKEHHOTO C U3BWJIMCTBIM TTPOdu-
JieM Tija3MaThueckoit MemMopaHbl. BaxkHo, 4To nepu-
TIa3MaTHIECKOe TMTPOCTPAHCTBO MUKPOCTIOP SIBJISTETCS
MECTOM JIOKIM3alluKi CyphaKTaHTOB, KOHIIEHTPAIIMS
KOTOPBIX TTOCTOSIHHO YBEJIUYMBAETCSI YTO MPUBOAUT K
MUIIEJUISIPHON camoopraHm3anuu. [IpmHUMas BoO
BHUMaHUe 3TOT (HaKT, MbI IIPEUTOKWIN HAIITy MHTEP-
MpeTanuio: mocie a3oBoro pasaeiaeHusl, CTPYKTYPbl
MIPOCTPAHCTBEHHO-U3MEHEHHOM (ha3bl MpeacTaBiIs-
10T CO00¥1 HUUTO MHOE KaK IMOCIea0BaTeIbHOCTh MU~
eI ipHbIX Me3odas (Gabarayeva et al., 2020).

dazoBoe pasmeieHNe WTPaeT Pojib BO MHOTUX
JIPYTUX KJIETKaX PAaCTEHUU U XXUBOTHBIX, IIe HE0OXO-
JIMMO T€TEPOTEHHOE paclpeae/ieHUe BEIleCTBa B LIU-
torutazme. Hampumep, ObUIO MOKa3aHO, YTO MyTEM
W3MEHEHUSI OPTAHU3ALINU U TUHAMUKU CBSI3aHHBIX C
MOJISPHOCTBIO CUTHAJI-HECYIIIMX LEHTPOB, (da30BoOe
pa3neneHnue MOXET CIY>XXUTh YHUBEPCATbHBIM OMO-
du3nUecKUM MEXaHU3MOM, JieXXalllluM, Hapsiy ¢ re-
HETUYECKOM peryssiiuueii, B OCHOBE aCUMMETPUYHO-
ro kjaerouHoro neneHus (AKJI) y 6akrepuit u npyrux
opranm3MoB (Tan et al., 2022).

Panpsa (Radja, 2020) B cBoeM 0030pe IToq4epKUBacT,
YTO KOJIMYECTBO OTACIBbHBLIX KOMIIOHCHTOB 3K3MHbI Y
pa3sIMYHBLIX BUIOB HEU3BECTHO, W paclpeieiicHue
JIMTIOTIOJINCAXaPUIOB, INIMKOIIPOTEUMHOB U CIOXHBIX
YIJIEBOMIOB, IMpeAIojaraeMbIX KaK COCTaBHbIE KOM-
MOHEHThI 3K3UHBI, JOJKHO OBITh IIPOBEPEHO.

Panee MBI yXe mom4YepKuWBaJI, YTO TETPaIHBIN
Mepro — KJIIUYEeBOM B OHTOreHe3e MbUIbIIEBOM 000-
Jiouku. HaumHas ¢ 19-ro Beka ObU1M TPpOBEIEHBI COT-
HU MHKPOCKOMUWYECKMX HMCCIASOOBAHUMN TETPaTHBIX
(1 TTOCTTETpagHbIX) CTaAWii, OCOOCHHO II0C/Ie MOSIBIIE-
HUSI TPAHCMUCCUOHHOTO U CKAaHUPYIOIIETO JIEKTPOH-
HBIX MUKpOcKonoB. Ho TeTpamHbIii mepron morydmi
HEIOCTaTOYHO BHUMaHUs CO CTOPOHBI MOJIEKYJISIPHBIX
TCHETUKOB I OMOXMMUKOB, 332 HECKOJIbKMMU MCKITIO-
yeHusMu (Harpumep, Wang et al., 2021). [TepecmoTtp
BCEX HAIlIMX OHTOT€HETUYECKHUX MaHHBIX, C aKIIeH-
TOM Ha KJII0ueBOM TeTpaaHblil iepuon (cMm. Gabara-
yeva et al., 2019, 2021; Gabarayeva, Grigorjeva, 2021;
Grigorjeva et al., 2021 u npyrue Hanv nyoIMKanuu B
CMUCKE JIMTepaTypbl) MOKa3ajl He TOJIbKO COOTBET-
CTBHE MOCJIeIOBATEIbHOCTH Pa3BUBAIOIINXCS CTPYK-
TYp MUILEISIPHON MOCJIeI0BaTEeIbHOCTH, HO TaKXKe
MpU3HaKU (pa30BOro pasaesieHUs, IIPeAIeCTBYOIINE
KaXnoil cTtaguy pa3BUTHs 3K3WHEL [lo-Buammomy,
JIOKaJIbHOE yBeJINYeHHE KOHLIEHTpaluu cypdakTaH-
TOB B OTHOM 13 NOA00BEMOB MEPUIIaA3MATUICCKOTO
IIPOCTPAHCTBA SBIISIETCSI HEOOXOOUMBIM IJIsI 3aITyCKa
¢dazoBoro 1epexona K cienymoiieit Mme3odase, cpasy
nocje pacciaoeHus. IlpusHaku ¢a3zoBoro pasgeie-
HUSI U CTPYKTYP, COOTBETCTBYIOIIMX TEM WJIM MHBIM
MULEJUISIPHBIM Me30(a3aM B X0J1€ pa3BUTHS 3K3UHBI
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JIETKO BUIETh Ha HAIIMX MUKporpadugx (prc. 2 ¥ Bce
nocaenytomue). OHU OYEBUIHBI B TETPATHOM TTepHU-
ol y BUIOB, TIPUHALJIEXKAIIUX IIIUPOKOMY CIIEKTPY
TaKCOHOB (OT JIENITOCIIOPAHTUATHBIX MarlOPOTHUKOB
JI0 OJHOIOJBHBIX IMOKpPHITOCEMEHHBIX). Hawnboiee
BbIpa3uTesibHbIe TpU3HAKU (ha30BOro pasaeieHust
HaOII01a10TCS B XO/I€ Pa3BUTHUS MbUIbLIEBOI CTEHKU Y
Echinops exaltatus n Tanacetum vulgare, Tex BUIOB As-
teraceae, KOTOpPBIE MIMEIOT CIIOXHYIO, “2-X 3TaXHYI0”
9K3UHY, COCTOSIIYIO U3 HapyXXKHbIX TOHKMX U BHYT-
PEHHUX TOJICTBIX KoJiyMelul (puc. 4a—4r). ¥ oboux
BUIOB (pa3oBoe paszaesieHre MPOMCXOAUT Ha CpeaHe i
TeTpamHou craguu (puc. 4a, 4B), IIPUBOIS CHAYalda y
Echinops exaltatus Kk 06pa3oBaH1IO OOJIBIION JTaKyHBI
(UCTOIIEHHEBIN CI0M — puc. 4a) U pa3daBICHHOTO
cinosiy Tanacetum vulgare (puc. 4B), 3aTe€M K I1OSIBJIC-
HUIO TOJICTBIX IIPOKOJYMEJJ BHYTPEHHETO CJIOST Y
o0oux BuaoB (puc. 46, 4r). OCOOBIM MOMEHTOM SIB-
JISIETCS TO, YTO BEILECTBA, 3aMOJHSIOIINE TTEPUTLIa3-
MaTU4YeCKOe TPOCTPaHCTBO, (a30BO-pa3aeieHbl He
TOJIbKO MapaJieJIbHO IUIa3MajieMMe, HO U BOKPYT
pactyimx Komymesn (puc. 40, sockauyamenvhole 3Ha-
Ku). DTO 0COOEHHOCTh, YaCcTO HabJtogaeMasi B pa3BU-
TUU O0OJIOUKU MbUIbIEI. BecbMa BeposSITHO, UTO U Ka-
KOI-TO JPYroii, ellle He OOHApPY>KeHHbIN (hU31IeCcKrii
MpolecC BOBJICYEH B pa3BUTHUE 3K3UHBI, B JTaHHOM
cllydyae — TMPepbIBUCTOrO BHYTPEHHETO TeKTyMa (Ha-
DPYXHBIE€ KOJYMEJUIbl HAaXOJSTCS B KOHTaKTe C BHYT-
PEHHMMU Yepe3 OTBEPCTHUSI BO BHYTPEHHEM TEKTyMe —
puc. 40, 4r, 36e3douku; 4B, cmpenxka). DTO NOJKEH
OBITh CAMOOPTAHM3YIONINIICI peaKIIMOHHO-TN(Y31-
onHblii (PI) mpoluecc, Beaylmii K (GOPMUPOBAHUIO
MPOAbIPSBICHHbIX TUTacTUHOK. IlocnenmHue cooTBeT-
ctBy1oT PII-Momenm TriopuHTa, OMHOM 13 Hanbosee n3-
BECTHBIX TEOPETUYECKUX MOJEJeil caMOpery/siiuu
naTTepHOB B XXKUBBIX cucteMax (Kondo, Miura, 2010).

OCHOBHbIE CTaauu Pa3BUTUSI DK3UHBI y Trevesia
burckii mokazaHbl Ha puc. 5. Ha panHeil TeTpagHoii
craguu npolecc (Ga3zoBOro pasnejcHUsI BUACH BHYTPU
WHBarMHalMii mia3MaTUYecKo MeMOpaHbI (puc. 5a).
Heckonbko mnosmHee ¢a30Bo-pasaelieHHBIE CIIOU
CTaHOBSTCS 00JIee OTUYETINBBIMHU, I CKOTUICHUS ce-
PUYECKUX MULIEUT TOSIBJISIIOTCS BHYTPU pa30aBiieH-
Horo cios (puc. 56). Ha cpenHeii reTpamgHoit craguun
IJ1azMajeMMa IIyOOKO U PeryIsipHO MHBarMHUpOBaHa
M HeceT Ha BepXyIIKaxX CKOIUIEHUSI TECHO YIMaKOBaH-
HBIX, NapaJlJIeIbHBIX IPYT OPYTY LIMINHIPUYECKIX MU~
eyl (cpemHsiss MULe/UIsIpHass Me3ogasza — puc. SB);
¢azoBo-pazaeieHHble CJIOM XOpOolllo 3aMeTHhl. Ha
MO3IHEN TeTPaTHOM CTaAuY TIa3MalleMMa CTAHOBUTCS
pPOBHOI, (a3oBoe pasaeiecHue — OCOOEHHO XOPOIIIO
3aMETHBIM, M KJacTepbl LIMJIMHAPUYECKUX MULEIT
BUIHBI KaK IIPOKOJYMEJUIbI TTOC]Ie aKKYMYJISIIUU Ha
HUX MTHUIIUAJIBHOTO CHOPOIIO/IEHMHA (puC. 5T).

IIponecc MHBarmHAIIMM THIAa3MaTHIECKOM MeM-
OpaHbI HaOIIOAAJICS Y IIMPOKOTO Kpyra BUAOB 1 ObLI
BAXKHOM MPEANOCHUIKOM IS TOYHOM Mpeapa3MeTKu
pacIoJIOKEHUSI KOJyMeEIUI: B Xone (hOpMUPOBaHUS
MpOoKoJiyMe/1 apabuHoraiakraH-nporenHbl (AI'TI)
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Puc. 4. fIpko BeIpaxkeHHOE (ha30BOE pasieliecHue M MUILEIUIIPHbIC CTPYKTYPhI B TeTpagHOM Iiepuone y Echinops exaltatus n
Tanacetum vulgare. (a, 6) CpenHsisi v O30HSIsI TeTpaaHble cranuu y E. exaltatus. (a) @a3oBoe pasnesieHUe KpailHe BbIpaXkeHo:
CJIOi TECHO YITAaKOBaHHBIX IIWJIMHAPUICCKUX MULIEIT (CpenHsIst Me30dasa) JIOKATM30BaH B KOHIIECHTPUPOBAHHOM ciioe (acme-
PpUK), a OOJIBIIION ITPOCBET BHU3Y — UCTOIICHHBIM ClI0i (36e3d0uka). (6) [1o3mHsIs TeTpaaHast cTaaysi: MIPUMAK31MHA ¢ HApY>KHbI-
mu nipokonyMmesuiamu (HK) u BHyTpeHHUMU TosicteiMu nipokonyMesuiamu (BK). ITpusHaku da3oBoro pasnesneHust OueBUIHbI
(acmepuk w 36e30ouka). Cpennsisi (B) v TTo3nHss (T) TeTpanHble ctanuu 'y Tanacetum vulgare. [IpuMaK3uHa B TIpoliecce pa3Bu-
TUs1. Hapy>XHBIi CJI0i TOHKMX ITPOKOIYMEILT (201068KU cmpeaok) OCHOBAH Ha LIMJIMHAPUYECKUX MULIeJ1aX (cpenHsis Me3odasza)
BHYTPHY KOHACHCUPOBAHHOTO CJI0sT (ACTEPUCKHU ), TOJICThIC KOJIYMEJLJIbI — BHYTPY UCTOLLIEHHOTO CJI0sI (36¢3d04ku). BHyTpeHHMT
TEKTYM: MPOJBIPSIBIICHHAsI TJIACTUHKA (cmpeaxu). MaciutabHble TMHeHKY: (a, 6) 1 MkM, (B, T) 0.5 MxM. Ha puc. 4 Bocripous-
BeneHsl: (a, 06) Figs. 6a, 8d from the paper of Gabarayeva et al. “Assembling the thickest plant cell wall: exine development in
Echinops (Asteraceae, Cynareae)”, Planta (2018) 248:323—346, from Permission and License number 5474711020697 of Springer
Nature; (B, 1) Figs. 6D, 7F from the paper of Gabarayeva et al., “Pollen wall substructure and development in tanacetum vulgare
(compositae: anthemideae): revisiting hypotheses on pattern formation in complex cell walls”, Int. J. Plant Sci. 177(4):347—370.
2016. The University of Chicago).

¥ KCWJIAaHBI OBLTN OOHApY:KEeHBI HA TTMKaX YHOYJINPYIO-
1Ieif m1a3MaTUIecKoil MeMOpaHBI B TETPAIHOM TIepU-
oxe (Suzuki et al., 2017). Be110o BEICKa3aHO MPEAIIONIO-
xenwue (Li et al., 2017), uro apabuHOrajJaKTaH-IpoTe-

WHbI MOTYT ObITh MECTAMU AJATre€3UM CIIOPOTOIIEHUHA
Y KOMITOHOBKM TIaTTepHa B paHHEM Pa3BUTUU 000JI0Y-
K1 MUKPOCIIOp. DTO MOJHOCTBIO COBMANAET C Haulei
JTaBHEW TOYKOM 3pEHMs Ha PAHHIOK AETEPMUHALIUIO
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Puc. 5. Terpanusliit nepuon y Trevesia burckii. (a) Pannsist terpanHas cranusi. MHumanbHoe ha3oBoe pasnesieHue BHYTPU pe-
TYJSIPHBIX MHBarMHalLUi I1a3MajieMMBbl (cmpenku): KOHLICHTPUPOBAHHBIN (acmepucku) M UCTOIIEHHBIN (36€3004KuU) CIOU.
(6) Mononas rerpana. Kimactepsl cpeprueckux Mutien (cmpeaku) BHyTpU pa30aBieHHOTO ciost (acmepuck). (B) CpenHsisi TeT-
panHas cragusi. Ha Bepxylkax y0OKO MHBarMHMPOBAHHOM IJIa3MalleMMbIl TTOSIBJISIIOTCS KJIaCTepbl UMIMHIPUYECKUX MU~
1IeJLT KaK OCHOBA ST POKoJayMeJl (cmpenxu). KoOHIeHCUPOBaHHBIN (acmepucku) Vi ICTOLLICHHBIN (36e3004Ka) CIION BbIpaXe-
Hbl cunibHee. (1) [To3nHsist TeTpanHast ctanusi. [Tocie MHULIMATbHON aKKyMYJISILIMU CIIOPOTIOJUIEHMHA KJIaCTephl LIVUIMHAPUYEe-
CKUX MUIIEIUT TIpeoOpasyloTcsl B TpoKoayMesibl. Da3oBo-pasiesieHHbIE CIOU Pe3KO BBIPAKEHBI U MMOMEHSUIUCh MECTAMU.
11D — pacmmpenHas nucrepHa DP, B — Bakyosb. MaciutabHble TnHeiiku: (a, 6) 1MmkM, (B, r) 0.5 mxM. Ha puc. 5 Bocripon3sse-
nenbl: (a—r) Plate 111, 5; Plate IV, 3; Plate V, 2; Plate VII, 3 from the paper of Gabarayeva et al. “Sporoderm development in
Trevesia burckii (Araliaceae). 1. Tetrad period: Further evidence for the participation of self-assembly processes”, Review of Pa-
laecobotany and Palynology 156, 2009, 211—232, from Permission and License number 5474710296934 from ELSEVIER.

OHTOI'EHE3 TomM 54 Ne 5 2023



292

naTTepHoB 3K3uHBI (Gabarayeva et al., 2009), kotopas,
KaK MOKHO ITPEAITOI0XHUTh, ITPOUCXOIUT 32 CUET CAMO-
CcOOpKU OEJIKOBBIX KOMILJIEKCOB.

Takue ke coObITHSI HAOIIOMAIOTCS B OHTOIEHE3e
SK3UHBI Y IPYTUX M3yYeHHBIX HAMU BUIOB: Symphytum
officinale (Gabarayeva et al., 2011), Eupomatia laurina
(Gabarayeva, Grigorjeva, 2014), Passiflora racemosa
(Gabarayeva et al., 2013a, b), Polemonium caeruleum
(Gabarayeva, Grigorjeva, 2018), Chloranthus japoni-
cus, MAaTHOJIMUIBI Y IPYTHAE PAHO Pa3OLIESAIINXCS MO~
kpeiTocemMeHHble (Gabarayeva et al., 2021), Cym-
balaria muralis (Polevova et al., 2022).

Jpyrue TUIMAYHbBIE YEPThl CAMOOPraHU3YIOLINXCS
CHCTEM — IOBTOpPEHME Me30(ha3HOI MOCIeI0BaTEIb-
HOCTU — HAOIIOOAJIMCh B Pa3BUTHUU ITIbLIbLIEBBIX 000-
Jiouek y Acer tatricum L. n'y Passiflora racemosa Brot.,
I1e TI0CIe IOSIBJIEHMSI KOHEeUHO# Me30da3bl (JlaMu-
HATHBIX MULIEJIJT, OCHOBBI JIaMEJIJ1 SHADK3UHBI) ITOSIB-
JIs1ach nepBast Me3odaza — chepruueCKUEe MULIEIUIBI
(Gabarayeva et al., 2010, puc. 7; 2013b, puc. 10), u Haun-
HaJlach BTOpasi MULISJIISIpHAST TTOCJICA0BATEIbHOCTD.

XoTs coBIIajicHUE HaOJIOJAeMbIX CTaauil pa3BU-
THSI SK3WHBI 1 OCHOBHOI MULIEJUISIPHOM TTOC/IeI0Ba-
TEJILHOCTU BHeUaTISIONIE, JJIs €ro MOATBEPXKACHUS
HeoOXOAUMO 3KCIIepUMEHTAIbHOE MOJIEIMPOBaHUE.
YT00BI ITOKa3aTh, UYTO (pa30BOE pa3neiicHNue U MUTIEIT-
JIIpHasi caMOOpraHM3alys BOBJIEYEHBLI B pa3sBUTHE
000JIOUKN NBUIBIIBI, OBUIA HPEAIPUHSTHI 3KCIIePU-
MEHTHI in Vitro. B HUX UCTTONB30BaINCh CypGhaKTaHThI
MEePUTLIIa3Mbl MUKPOCIIOp (HaTypalbHbIC WJIU UX 3a-
MEHMTEN), YTOOBI TIOJTYYUTh CUMYJISITBI HATypaJIbHBIX
9K3WH. DTHU ITONBITKY ObUIN ycnelmHbIMI. [1epBhie aKc-
MepUMEHTAJIbHbIC YCUJIUS PEIUTULUPOBATh CTPYKTYPY
000JI0YEK CIIOp ik Vifro ObITA TTPEANPUHSITH XEMCIIN U
ero coaBropamu (Hemsley et al., 1996; 1998; 2003). AB-
TOPBI MCCIIEAOBAI CTPYKTYPYy U pa3BUTHE METacrop
Selaginella v oOHApYXWJIM BBICOKO YMOPSIIOYEHHYIO
KOJJIOUTHO-KPUCTAJUIMYECKYIO O0OJIOUKY, KOTOpast
cocTosiia U3 chepuIeCcKUX SIUHULL CITOPOTOJUIEHUHA
(Hemsley, Griffiths, 2000). DTi aBTOpBI UCTTOJIB30BAIU
CBOE OPUTUHAIBHOE 000PYIOBAHUE W CO3AIIA YCIIOBUST
HWCKYCCTBEHHOT'O 3KCITEpMMEHTA, OJTM3KUE TAKOBBIM Ha-
TypaiabHOro criopanrus. [ToydyeHHbIE CUMYJTATHI OKa-
3aJIUCh OY€Hb CXOXUMMU C HATYPAJIbHBIMU 000JI09Ka-
MU psiia BUTOB, 0OCOOEHHO — CO CJIOXKHOM 000JIOUKOM
Selaginella. HauGomnee BaxKHbII BBIBOM, CJIEIYIOIINi

I'ABAPAEBA

M3 DTUX DKCIIEPUMEHTOB: ClIoXHas ¢popMa He 00sI13a-
TEJILHO SIBJISIETCS CJICACTBUEM CJIOKHBIX B3aUMOICH -
CTBUI.

Ilo3nHee MBI MPOAOKUIU SKCIIEPUMEHTHI IO
MOJIEJIMPOBAHUIO 3K3WHBI, HCIIOJb3Ysl Halll cOoO0-
CTBeHHBII nipocToit MeTon (cM. Gabarayeva, Grigor-
jeva, 2016; 2017). MBI NIONY4YUITHA in Vitro CUMYJSITBI
BCEX OCHOBHBIX TWUIIOB 3K3WHBI: KOJIYMEJUISITHOM,
TPAHYJISIPDHOM, aJIbBEOJISIPHOI U TOMOI€HHOM 3KTIK-
3WHBI, a TaK3Ke JIAMEJUIATHOM SHIPK3MHEI (puc. 6, 7, 8,
a takke Gabarayeva et al., 2019; 2020). Takum ob6pa-
30M, UCIIOJIb3YSl CMeCcU Cyp(daKTaHTOB, MbI MOKa3a-
JIU, 4TO BCE TATTePHbI 3K3UHbBI MOTYT ObITh CUMYJIU -
POBAaHHI B in vitro CUCTeEMax, Iue IeiCTBYIOT (pu3mde-
cKkue cuibl (a30BOTO pasnesieHUus U MULEISpHO
caMOOpraHu3aluu.

HOBDBIE OSKCITEPUMEHTDI
10 MOJAEJINMPOBAHUNIO BK3UHDbI:
NCKYCCTBEHHDBIE B5K3NMHO-ITOAOBHBIE
ITATTEPHBI

B sTux skcnepuMeHTax ObUI MCMOJAB30BAaH Halll
OpUTMHaIBHBIN npocToii MeTon (Gabarayeva, Grig-
orjeva, 2016; Gabarayeva et al., 2019). KomtongHabie
cMecu cypdhaKkTaHTOB — TEX XK€ WJIM aHAJIOTUYHBIX TEM,
YTO HAXOASITCSI B MEPUILIa3MaTUYECKOM MPOCTpaH-
CTBE€ Pa3BUBAIOLLIMXCSI MUKPOCIIOP — MPUTOTABIBAIU,
KCIIO0JIb3Y$ 9TH BEIIIECTBA B PA3JIMYHbBIX COUETAHUSX U
KOoHUeHTpauusix (Tadn. 1). Cmecu nsITM TUIIOB (CMECh
Ne 1, Ne 2, Ne 3, Ne 4, Ne 5) momemnianu 1mbo B Majble
yamky Ilerpu nuamerpom 3.5 cMm, mubo Mexny 2-X
MPeIMETHBIX CTEKOJI, OCTaBJISISI UX B IOKOE B TEUCHUE
HEKOTOPBIX IIepruon0oB BpeMeHu (Tadj. 1) misa Toro,
4TOOBI IIPOLLIM OpOolecChl (Pa30BOTO pa3aeaeHUs U
caMooOpraHu3aluu IyTeM KoHAeHcaluuu (McrapeHust
Bobl). [TpoOIKUTEILHOCTD 9KCIIEPUMEHTa 3aBUCEe-
JIa OT CKOPOCTHU UCTTapeHus Boabl (Tadmn. 1, “AJdD” —
JTHU 10 MOMEHTa (PUKCalun).

MBI ciaerka MogupUUIMPOBaIXd HAIl METOII, OITM-
caHHbIi paHee (Gabarayeva, Grigorjeva, 2016, 2021;
Gabarayeva et al., 2019, 2020; Grigorjeva et al., 2021),
B YaCTHOCTU MCIIOJIb30BaJIi HEKOTOPHIE HOBEIC BE-
IIIECTBA, B TOM YMCIIE MYLIMH, JICLIUTUH 1 CTEAPUHOBYIO
kuciaotTy. KpomMe Toro, B aKCIiepuMeHTaX CO CMECSIMU
1, 2 1 4 MBI yAEpKUBAJIM CMECH B IIPOLIeCCe KOHICH-

Puc. 6. HarypanbHble maTTepHbl 5K3UHBI psilia BUIOB (a—/1) U 9KCIIEPUMEHTAIbHbIE CUMYJISIThI, BO3HUKILIKUE ITyTEM CaMoopra-
Huzauum (a'—xa'). (a) KonymennsarHast 9KTIK3UMHA Ha MO3AHEN TeTpagHoi ctanuu y Acer tataricum. KoayMesuibl (e0106Kku cmpe-
410K). (') CUMYJISIT € KOJIyMEJUISITHO-MIOMOOHBIM MAaTTEPHOM (20408KuU cmpenok) Ha TpaHUIIE pas3ziesia JUITUIHOTO (acmepuk) u
BOIHOTO (36e300uka) noMeHOB. (0) 3peiast 3KTaK3uHa y Echinops exaltatus ¢ HapyXHO# 3KkT3K3uHON (HDKT) 1 BHyTpeHHeit
9KT3K3MHOM (BOKT). (6') CUMYJIST, UMUTUPYIOLIMI HAPYKHYIO OKTIK3UHY Echinops. (B) [1lo3nHsis rerpagHast ctanusi y Cabom-
ba aquatica. Pa3zBuBamiuecs: KOJyMeJlJIbl C paCIIUPEHHBIM OCHOBaHUEM (20108ku cmpenok). (B') KomyMemtsiTHO-TI0q00HbIit
CUMYJISIT, “KOJIyMeJUTbI” ¢ pacIIMPpeHHBIM OCHOBaHUEM (eon06ku cmpeaok). (1) CBobomHast Mukpocnopa Borago officinalis ¢
3peJIoil KOIYMEJUISITHOM 9KT3K3MHOM (DKT) U ¢ SHARK3UHOM (DHA). ANepTYpHBLIil paiioH (cmpeaka). (r') CUMYJIAT, YACTUYHO
WMUTHUPYIONINIA 3KTIK3WHY Y Borago. (m) UHTepariepTypHBbIii paiioH 3K3uHbBI Y Borago officinalis ¢ KOTyMeJUTSITHOMN 3KTIK3UHOM
(DxkT) 1 nBycnoitHoM a3HA3K3MHON (DHA-1 1 DHA-11). (1") CuMynsAT, YaCTUYHO CXOMHBIN C SKTAK3UHOM Y Borago. MacmtabHbIe
JIMHENKM: (a, B, 1; a'—1') 0.5 MkM; (6) 2 MkM; (1) 1 MxM; (1) 0.1 Mmxm. Ha puc. 6 BocipousBenensl: Fig. 2 from the paper of Gab-
arayeva et al., Annals of Botany XX: 1—14, 2019, “Mimicking pollen and spore walls: self-assembly in action”, from Permission
and License number 5491291182073 of Springer Publishing Company).

OHTOI'EHE3 TtomM 54 Ne 5 2023



POJIb ®PU3NYECKHUX [TPOOECCOB B OHTOTEHE3E OBOJIOYKH ITbIJIbLIbI 293

OHTOI'EHE3 TomM 54 Ne 5 2023



294

IT'ABAPAEBA

Puc. 7. Monenu u cornocraBuMble ¢ HUMU HaTypaJibHbIe TPaHYJISIPHbIE 9KTIK3UHBI U JIaMEJIJIITHbIE SHIRK3UHBI. (a—T) Cumy-
JISTHI, (a', 0') TpaHyJsIpHBIC SKTIK3UHBI, (B', I', BCTaBKa) JaMEJ/UISITHbIC SHIPK3UHBI. (a) Pa3BuTHe JaMUHATHBIX MUIIEILI
(“PDHA”) B KOHLIEHTPUPOBAHHOM CJIO€, CUMYJIMPYIOLIee JJaMeJUIbl SHIRK3UHbI y Larix decidua (a'). (6) CumynsT 060J04KHA
MUKPOCIIOPHI, OCHOBaHHBII Ha chepryecKnx MUIIEIaX, CAMOOPTaHU30BAHHBIX B KOJIOHKM (20408KU CMPEoK), CXOMHBIN ¢
naTTepHOM pa3BUBaloOLIeiics 3K3UHbI Y Symphytum officinale Ha cpenHeii TeTpagHoii cTanuu (6' ¥ yBeJIMUEHHast 4acTb 0060104~
KM C pa3BUBAIOLIMMMUCS KOJIyMeJU1aMu (eono6xu cmpenok, BctaBka). (Fig. 2g, eg', h, h' u3 Gabarayeva et al., 2020). (B) Monenb
(“DHn”), cocrosias U3 JJAMAHATHBIX MUIIEIUT, CAMYJIUPYET JaMeJUThl SHIRK3WHBI y Juniperus communis (B', OHm). (Fig. 9a, a'
u3 Gabarayeva et al., 2020). (r) Moaenb (“DHz”), cocTosiasi U3 JAaMUHATHBIX MULIEIJT C TATTMYHBIMUY 3a30paMU MEXKIY OUCIIO-
SIMU, CUMYJIMPYET JIaMeJUIbl SHIRK3UHBI Y Abies concolor (', Dun). (Fig. 9d, d' u3 Gabarayeva et al., 2020). DKT - 9KT3K3MHa,
POHp — pasBuBaloinasicst sHn19k3uHa, ML — riutoruiazma Mukpocnopsl, S — sapeiiiko, [IM — nmiazmanemma. MacuitabHble
JMHeNKu: (a, a', 6') 1 mxm; (6, BcraBka B 0, ) 0.1 MmxM™; (B, B, ') 0.5 MxM. Ha puc. 7 BocipousseneHsl: parts of Figs. 2 and 9
from the paper of Gabarayeva et al.,“Artificial pollen walls simulated by the tandem processes of phase separation and self-as-
sembly in vitro”, New Phytologist, 2019, 225: 1956—1973 from Permission and License Number 5491290930469 of John Wiley
and Sons.

calMu, MOMECTUB UX MEXIY ABYMs TpPeIMeTHBIMU
CTeKJIaMH, pa3neIecHHBIMU CTEKISTHHBIMU KaITUJUIS -
pamu nuameTpoM 0.4 MMm. TakuM o6pa3om, Ha IKCIIe-
pUMeHTaIbHBIE CMECH HaKJIaIbIBaICh (prU3nIecKue
OrpaHUYCHUSI, YTO MPUOIMKAIO COCTOSIHUE KOJIIO-
WIHBIX PACTBOPOB K €CTECTBEHHBIM YCIIOBUSIM Y3KOTO

MEePUILIa3MaTUYECKOTO IMTPOCTPAHCTBA MUKPOCIIOPHI.
DKcrepUMeHTBI OBUTH IPOBEACHBI IECTh Pa3 C OMHA-
KOBBIMU pe3yJIbTaTaMH, HO C HEOOJIBIIIMMU BapHallysi-
MU B pa3Mepax U KpUBU3HE CTPYKTYPHBIX SIMHUILI.

BrIcoxiiue mieHKH (PUKCUPOBaIA OObIYHBIM METO-
JIOM, WCMOJIb3YeMBIM B 3JIEKTPOHHOI MUKPOCKOIUN
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Taomuuna 1. KoMIIOHEHTHI, X KOHIEHTPALIMKU U 00BbEeMbI, UCITOJIb30BAaHHbIE IS TTOJIYyYESHUS CUMYJISITOB 9K3UHHEI (puc. 6
u 7). P — uyncio nHei onbiTa (Tpolecca caMooOpraHu3alnn) 10 hUuKcauuu

N Yucno nHei N
KommoHeHThI no dukcauuu
cMmecu puUCyHKa

(AOD)

Kanosa 3% (BOmHBINM KOJUTOUIHBINA pacTBOp, 2 MJT) + XOHAPOUTHH (2 M) +

+ runpomenno3a 3% (BOOHbIN pacTBOp, 2 M) + rmukornporeuH 5% (0.5 mi) +
+ camonuH 3% (1 mur) + reumtud (3 Karmn®) + p-KyMmapoBasi Kuciiota 5%
(cnupTOBOM pacTBOp, 2 M) + oMera-3 XUpPHbIE KUCIOTHI (4 Karuin) + BaHUIU-
HoBast Kucyota 1% (cnupToBoii pacTBop, 10 Kamesnb) + cTeapruHOBast KUCIOTa
1% (4 drops)

Jleyxamannuwiil sxcnepumenm:

Kamnosa 3% (BomHBIN KOJUIOMAHBINA pacTBOp, 2 MJT) + runpomenaosa 3%
(BomHbIi1 pactBop, 2 mit) + JtletmTuH (0.5 mut) + Kodeiinast kucnora 1% (0.5 mu) +
+ oJleMHOBAas KMCJIOTa (YMCTas, 5 Kanejib) + BaHWIMHOBas1 kucioTa (1% cnup-
TOBOM pacTBOp, 5 Karenb) + cTeapuHoBas Kuciora (1% cnupToBoii pacTBop,

5 Karienb)

Yepes 4 0na dobasaeno:

Kanosa 3% (BomHbIM KOJUIOMAHBIN pacTBOp, 2 MiT) + TMIIpOMENII0o3a

(3% BomHwbIii pacTBOp, 1 MJT) + My1uH 1% (BOmHBINM pacTBOp, 1 MJ1) + carmoHUH
3% (BomHblIii pacTBOp, 0.5 Mu1) + nerutuH (0.5 M) + p-KymapoBasi kucaora 5%
(criupTOBOIt pacTBOp, 6 Kareab) + olenHOBast KUCIoTa (YucTas, 2 Karim) +

+ BaHuIMHOBas1 KucioTa (1% crnupToBoit pacTBOp, 3 Karuiv) + creapuHOBast
kuciyiora (1% cnupToBoii pacTBOp, 5 Karnesnb

ST** Puc. 9a, 96

3+ 3T Puc. 98

Kanosa 3% (BOmHBINM KOJUTOMIHBIN pacTBOp, 2 MJT) + TMIIPOMENTIO3a

(5% BomHBIA pacTBOpP, 2 M) + MyluH (3% BOIHBINA pacTBOP, 1 MJ1) + callOHUH
3 (3% BoOmHBIIA pacTBOp, 2 MIT) + p-KyMapoBast KucjoTa 5% (CupToBoOii pacTBop, | 8 Puc. 9r
10 xanenp)+ geuuTuH (4 Kamau) + omera-3 XUpHbIE KUCIOTHI (4 Karuin) +
+ BaHuIMHOBas KucyoTa (1% crMpToBoOil pacTBoOp, 6 Karesb)

Kanosa 3% (BOmHBINM KOJUTOUIHBIN pacTBOp, 2 MJT) + TMIIPOMENTI03a

(3% BomHBIIA pacTBOP, 2 M) + MyluH (3% BOIHBINM pacTBOp, 1 MJ1) + callOHUH
(3% BomHbIit pacTBOp, 1 mu1) + p-KymapoBast kuciora (5% criupToBOii pacTBop, Puc. 10a,
0.5 M) + neuutuH (0.5 mi) + ojlenHoBas kuciyiora (yuctas, 10 kamnens) + >-10T 106, 108
+ BaHwIMHOBas KucioTa (1% cnupTtoBoii pacTBop, 10 Kareb) + cTreaprHOBasT
kuciora (1% crnupToBoit pactBop, 10 Karesnb)

Kamnosa 3% (BomHBINM KOJTOUIHBIN pacTBOP, 2 MJT) + TUIIPOMENI03a

(3% BomHBIIi pacTBOp, 2 MiT) + cantoHuH (3% BOmHbBI pacTBOp, 1 MIT) + p-Kyma-
5 poBast kuciiora (5% criupToBoii pactBop, 0.5 Mit) + aeuutuH (4 drops) + omera-| 10 Puc. 10r
3 >KUpHBIC KUCIOTHI (4 Karin) + BaHWJIMHOBAas Kuciiora (1% cnupToBoii
pactBop, 10 Kamenp)

* 1 xamsg = 0.04 Mo

** Bce cmecu, oTMedeHHbIe OyKBoii “T”, ObLIM MPUTOTOBJIEHBI B TOHKOM CJIOE
(0.4 mMm), ocTanbHBIE — B O0s1ee TOJCTOM (2—3 MM) Ilepen KOHIeH calei

(Gabarayeva, Grigorjeva, 2016). HeGosbliiie KyCOYKM  3aTeM B YHUCTOM 3ayiMBO4YHON cpene Epon-Araldite.
CyXuX IUIEHOK (UMKCUPOBAIU B pacTBope 3% miyTa-  VIIBTPaTOHKUE CPe3bl KOHTPACTUPOBAJIU HACHIIICH-
panbaernna u 2.5% caxaposbl Ha 0.1 M ¢ocdatHoM  HpM pacTBopoM ypaHmmanerara B staHone u 0.2%
Oydepe (pH 7.3) ¢ nobasnenvem 1% TaHHUHOBOI uuTparom cBuHIA. Cpe3bl UcciieoBalu C TOMOIIbIO
KUCITOTBL. Matepual mnocTUKCUpoBaIn 2%-HbIM 3JIEKTPOHHOTO MUKpockomna Hitachi-600.
teTpokcunoM ocmust (pH 8.0, 2 4). IToce o6e3BoXM-

BaHMS B CEpUM CIIMPTOB 00pa31bl THKYOUPOBAJINICH B B aTux in vitro axcriepyuMeHTax ObLI CMOJIEINPO-
CMECH alleTOHa ¢ 3aJIMBOYHOM cpenoit Epon-Araldite, BaH 1IeJBIif psima CTPYKTYP, BeCbMa CXOXMX IO CBOEH
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Puc. 8. Monenu (a—B), CUMYJIMPYIOIIME aIbBEOISITHBIC CTPYKTYPhI 9K3WHBI MBUIbLIEBBIX 3epeH Pinus sylvestris (a'—B'). (a) Cu-
MYJISIT C aJIbBEOJIIPHO-TIOA00HOM 000I04KO0i, C(DOPMUPOBAHHON Ha MOBEPXHOCTH JIUITMAHOM Karuin. (a') [1buiblieBOe 36pHO
P. sylvestris ¢ anbBeonsITHON 5K3MHON (U3 repbapHoro Marepuana). (6) Monenb, cuMmynupylolas 3k3uny Pinus sylvestris.
(6') Dk3uHa Pinus sylvestris (actepuck: 3HIPK3MHA). (B) CUMYJIST CTEHKM HbUiblieBoro memka (“CM?”) Pinus sylvestris.
(8') Crenka nibuiblieBoro Meiika (CM) Pinus sylvestris. OLl octatku nuutoruiazmel, LIM nuToruiazma Mukpocnopbl. KoHiieH-
TpupoBaHHas daza (acmepucku), uctolieHHas ¢asza (36e3douku) B pedysibrate pa3oBoro paznejeHus. MacirrabHble TUHEWKN:
(a,a') — 2 MkMm; (0, 6', B, B') — 1 MxM. Ha puc. 8 BoctipousBeneHnsl: Fig. 5 from the paper of Gabarayeva et al., “Artificial pollen
walls simulated by the tandem processes of phase separation and self-assembly in vitro”, New Phytologist, 2019, 225: 1956—1973
from Permission and License Number 5491290930469 of John Wiley and Sons.

VIBTPACTPYKTYPE C OCHOBHBIMHM TUITAMM 3KTIK3UHbI
W JIaMEJUISITHON 3HIAPK3WHBI B XOI€ WMX Pa3sBUTHUS
(puc. 9, 10).

Monenu, mokazaHHbIe Ha pyUc. 9a—9B, CUMYJIUPYIOT

TpaHY/ISIPHYIO SKTAK3UHY 1 JIAMEJUIITHYIO SHAK3UHY C
TUTIMYHBIMU “O€NBbIMU JIMHUSIMK, HAOTI00acMbIMHA

Y TOJIOCEMEHHBIX, Haripumep y Larix decidua (puc. 9a’,
96', 9B'). CumynaThl, mojydeHHble U3 cMecu No 1
(puc. 9a, 96), NOaOGHBI TPaHYJISIPHOI SKTIK3UHE Larix
(puc. 9a', 96', 98'). Hammuue ¢pazoBoro pasmeiieHUs
OUeBHMIHO Ha puc. 96, Tme cchopMUPOBAHBI MCTOIICH-
HbII (36e300uKka) W KOHACHCUPOBAHHBIN (acmepuck)
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Puc. 9. Monenu (CUMYJISITBI), TOJyYeHHbBIE C UCTTOIb30BaHUeM cMeceit No 1—3 (a—r), cumMysupyloliue rpaHyJisipHyio (a', 6', B')
U aJIbBEOJISIPHYIO (I') 9K3UHY (OpUTMHANIbHBIE JaHHBIE). (a) CUMYIIST, MOApaXKatoUIuii rpaHy/IsSIpHOM 9KTIK3UHe. (0) Monenb
000JIOUKM MUKPOCIIOPBI, COCTOSIILICH U3 KOJOHOK chepuueckux MULE (eoso6ku cmpenok). KOHLIEHTpUPOBaHHBIN (acme-
PUCK) Yl UCTOILLICHHBII (36e300uka) moMeHBbl Tiocie (a3zoBoro pasaeneHus. (B) CUMysiTel (JTaMUHATHBIE MULIEIUIBI), CXOIHBIE C
JIAMEJUISITHOM SHARK3WHONW MHOTUX BMIOB, C €€ TUIMMUYHBIMU “OeJIbIMU JUHUSIMU (3a30pbl MEXIy OUCITIOSAMU MUIIEILI).
(a', 6', B") O60sI0uKa MBUILLIEBOTO 3¢pHa Larix decidua ¢ TpaHyJIIpHON 3KTIK3UHON (DKT, 201068KuU cmpeaok) U JTaMeJIITHOMN
9HAPK3MHON (DHA). (T) Monenb, cUMyIUpYIOIIash AJIbBEOISIPHYIO 9KTIK3MHY. KOHIeHCpOoOBaHHBIN (acmepuck) U UCTOIIEH-
HBIH (36e30douka) mOMeHBI ocie (ha30BoTO pasneaecHus. (T') AbBeosIpHAst SKTIK3WHA Pinus sylvestris. MacimiTaOHbIe TUHEWKN:
(a) — 0.1 mxM; (6, B, a", 6", B') — 0.5 MkM; (T, T') — 1 MKM.
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Puc. 10. Moaenu, noyiydeHHbIe ¢ UCITOIb3oBaHUeM cMmeceit Ne 4 1 Ne 5, cumysupyloliye pa3BUTHE KOJIYMEJUISITHOM 9K3UHbI
(opurvHasibHbIe 1aHHbIE). (a—B) Cepusi CUMYJISITOB, MTOJYYEHHBIX U3 cMecH 4, BOBHUKIIA Ha TIOBEPXHOCTH paszielia KOHIEHCH -
poBaHHOrO (TMaAPOoGOOHOIro — acmepuck) U UCTOLLIEHHOTO (TMAPOGWILHOIO — 36€3004KuU) IOMEHOB. (a) 5 mHel 1o pukcauuu
obpa3sua. Kackan Be3nKyo-1ogo0HbIX 00beMOB BO3HHUK B pe3ysIbTare (pa30BOro pasaesieHUs U MULC/UISIPHOM caMOOpraHu3a-
uu: cheprueckue MULIEUTHI TOSIBUJIMCH BIOJIb MOBEPXHOCTH Be3nKy/l. CiieBa HalpaBo: KOJIOHKU ChepuIecKUX MULIEILT TTO-
CTEIEeHHO IMepeCcTPanBalOTCsI B KOPOTKHUE HMJIMHAPUYECKUE MULICIUTBL. (6) 7 mHei no ¢ukcaimu obpasia. [locae cnusHus Be-
3UKYJISIPHBIX O0BEMOB, YIJIMHEHHAsT BE3UKYJIa OKPY>KeHa KOPOTKMMU LWIMHApUIecKUMU Muliesiamu. (B) 10 nHeit no dukca-
. Mogenb, cXomHasi ¢ TMPUMIK3MHOM, (OpMUpPYIOIIECs Ha MO3IHell TeTpaaHoi CTaauyd y MHOTUX BHMIOB PACTCHMIA.
(8") [Ipumakauna Calycanthus floridus B KoH1ie TeTpagHoro nepuona. (r) Moaenb, nonydeHHast uz cmecu 5 (10 nHeit no pukca-
1IUU), CUMYJIMPYET KOJYMEJUIATHYIO TPUMIK3UHY Ha CTaIuU pacrafaloleiics TeTpanbl y psiga BUnoB pacteHuii. (r') [Tpumak-
3uHa Chamaedorea microspadix Ha cTanuy pacnanaloiieiics rerpaabl. MacmradHbie TUHEWKT 0.5 MKM.

cion. [laTrepH, TTompakaroIuii TpaHyISIPHOM IKTIK-
3uHe, c()OPMUPOBAH Ha TpaHWIIE paszdesia BBIIICyKa-
3aHHbIX cyoeB (puc. 96, “Okr”). [paHysbl, KOTOpbIE
SIBIISTIIOTCST chepruecKMMU MuLiesuiamMu (puc. 9a, 96, eo-
N08KU CMpenokK), COoOpaHbl B KOJIOHKU ITOAOOHO IrpaHy-
JIaM 3K3UHBI Larix (puc. 9a’, 96', 98', conoexu cmpenok).

CTpyKTyphbl, TIOJydeHHble U3 cMecu No 2, mpen-
CTaBJISTIOT OO0t TaMWHATHBIE MUTIEIUTBI C TUTTTIHBI-
MU IIPOCBETaMM MEXIY OUCIIOSIMH (pHUcC. 9B, 2on06KU
cmpenokK). DTa CTPYKTypa CUMYJIHUPYET JaMeJUISITHYIO
SHIPK3UHY y Larix (puc. 9a', 96', 98') ¢ TMIUYHBIMUT
“OeIbIMU TUHUSIMU, KOTOPbIE COOTBETCTBYIOT IIPO-
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CBeTaM MEXIy JJaMUHATHBIMU MUIICJIJIAMU, BUIHBI-
MU Ha puc. 9B.

Hpyroii maTTepH, MOJy4eHHBIN 13 cmecu No 3
(puc. 9r), cUMyJIMpPYeT aJdbBEOSIPHYIO 3K3UHY, Ha-
npuMep, dKTIK3UHY Pinus sylvestris (puc. 9r'). Dra
CTPYKTYpa BO3HHMKJIa TAaKKe HA IIOBEPXHOCTU paszeiia
MEXIy UCTOIIEHHBIM (puC. 91, 36e3004Kka) 1 KOHIECH-
CUpPOBaHHBIM cyioeM (puc. 9r, acmepuck) onoobe-
MaMU B pe3yJibTare (pa30BOT0 pa3ae/IcHUS.

Ha pwnc. 10 mokazaHbl CUMYISTHI KOJTYMEJJIST-
HOIM BKT3K3UHBI B IIpoOLiecce Pa3BUTHUSA. DTU MOJIE-
Ju (puc. 10a—10B) Ob11M oOyYeHbI U3 cMecu Ne 4 1
3apmKcupoBaHbl 9epe3 5, 7 m 10 gHei mocne Havyaia
akcriepuMeHTa. IlepBrlit maTTepH, MOJIYyYeHHBIH T10-
clie 5-Tu OHeil KOHOeHCAallMd Ha TpaHuIle pasieiia
runpogooHoro (puc. 10a, acmepuck) u runpoduiIb-
Horo (puc. 10a, 36e300uku) TOMEHOB, MPEACTABISCT
co00ii cepuio ITy3bIpeBUIHBIX HNpocTpaHCTB. Ilocie
¢azoBoro pasaesieHus chepruiecKre MULIEIUIBI OKPY-
>KalOT Ty3bIPEBUAHBIE TOMEHBI. 3aMETHO MOCTEMEeH-
HOE yBeJIMYeHNEe pa3Mepa MHULIEIUI (CJieBa HaIlpaBo):
OT KOJIOHOK MENKUX C(hepruueCcKrX MULIEILI 10 Oosee
KPYIHBIX, TIEPEXOASAIINX B KOPOTKUE LUJIMHIpUYE-
ckue muuesibl (puc. 10a). 7-mHEBHBIN 3KCIIEPUMEHT
MoKa3ajl CIUSHUE HECKOJbKMX ITy3bIPEBUIHBIX T0-
MEHOB B OIMH YIJWHEHHBINU (puc. 100), cxomHbIii C
KOJIYMEJUISITHBIMU NPUM3K3MHAMM MHOIMX BUIIOB.
CrpykTypa, moaydeHHas 1mocie 10 gHeil KoHaeHca-
uu (puc. 10B), mpeacTaBisieT COOOM psia TUITUYHBIX
MIMHAPUYECKUX MUILEIUI, KOTOPbIE CUMYJIUPYIOT
KOJIYMEJUIITHYIO TIPUM3K3MHY MHOTMX BMIIOB ITOKPHI-
TOCEMEHHBIX, Hanipumep y Calycanthus floridus Ha io31-
Heli TetpagHoil cranuu (puc. 10B"). Hunmaapuyeckue
mutie/ibl (puc. 10B) SIBASIOTCSI OCHOBOM IIPOKOJIY-
MeJIJT TTocJie aKKYMYJISIIUY CIIOPOIOJIJICHUHA.

Mounenb, nojiyueHHast u3 cmecu Ne 5 (puc. 10r),
CUMYJIVPYET KOJYMEJUISITHYIO 9K3UHY, XapaKTePHYIO
JUISI CTaAUU MOJIOABIX CBOOOMTHBIX MUKPOCIIOP MHO-
TMX BUIOB MOKPLITOCEMEHHBIX. CXOICTBO OYEBUIHO,
HaTIpuMep, ¢ MOJIOa o aKk3nHou Chamaedorea micro-
spadix (puc. 10r').

M3 Hammx 3KCIIepUMEHTOB — 3TUX U MIPOBEIeH-
HBIX paHee — SICHO, 4TO (pa3oBoe pasnesieHue, O~
CaHHOE KakK Mpoliecc, JieXalllnii BOCHOBE BO3HMKHO-
BeHUS MaTTepHOB 3K3UHEI (Lavrentovich et al., 2016;
Radja et al., 2019), neiicTByeT BMecTe C MpOIECCOM
MULIEJUISIPHONM caMoopraHu3auuu. bbeuio oTMeueHo
(Radja, 2020), 4yTo IMaTTepHBI MBUIBIIEBOIT 000JIOYKM
MOTYT OBITh MCTIOJIb30BAaHBI KaK MOJEb IS OMOJIO-
rMYeCcKoil caMoopraHu3aluu U ObLIU yKa3aHbl OymLy-
e HATIpaBJIeHUs IeMCTBUIT B 3TOM 00JIacTH.

B xone ecrecTBEeHHOro pa3BUTUSI 9K3UHBI, MOCTE
TOTO, KaK 3a CYET SKCIIPECCUM T'eHOMA U LIEJIOr0 KacKa-
Ja OMOXMMUWYECKUX peaKlMil OIpenessieTcsl COCTaB
cyp(akTaHTOB U MX KOHLICHTPALUU B TIepUTLIa3MAaTH-
YeCKOM MPOCTPAHCTBE MUKPOCIIOP, (ha3oBoe pasaelie-
HUE U MULIEJIJIIpHAs caMOOpTraHu3anus (1, BO3MOX-
HO, ellle KaKue-TO MOKa HeydYTeHHbIe (PU3nYecKue
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MPOLIECChI) MOAXBATHIBAIOT WHULIMATUBY U JOBOMST
pa3BUTHE 3K3UHBI 10 (DUHATBHOM TOUKU (CM. CXeMY U
noanucu K Heit Ha Fig. 6 B cratbe Gabarayeva, Grig-
orjeva, 2021).

A. Hemsley u s cuntaeM (JIMYHBIE COOOIIECHMSI),
YTO B 1I€JIOM TeHepallusl TTaTTePHOB SIBJISIETCS CKOpee
CBOMCTBOM KOJUJIOMJHBIX BEIECTB, UeM 3aBUCHUT OT
BUJO-CIEUUGPUIHBIX MaTEPUAIOB 9K3UHBI, ONpeae-
JIIEMBIX TEHOMOM KaXXIOro W3 BHMIOB PaCTCHUIA.
HMNHuave 6bLU10 OB HEBO3MOXKHO MOJYYUTh SK3UHO-ITO-
JIOOHBIE MAaTTePHbI IPOCTHIM CMELIMBAHVEM BEILIECTB
B XOJe dKCIIepUMeHTa in vitro. OOpa3oBaHue nmaTTep-
Ha 3aBUCHUT OT YCJIOBUI BHYTPU MbLIbHUKA/CIIOPaH-
TUsl, Tle KOJJIOUIHbIE BEIEeCTBa SBJSIOT CBOI MOJI-
HBIN MTOTEHILIMAI. DTO OOBSICHSIET, HAIIpUMep, HETaBHO
OOHAapYyXeHHbBIl TMOPa3UTENbHBINA KOIYMEJJIO-T0A00-
HBII TTATTepH Ha OBEPXHOCTHU TaIleTAJIbHBIX KJIeTOK (1)
B OTKJIOHUBILIMXCSI OT HOPMAJIBHOTO ITYTU Pa3BUTUS
neibHUKax Cymbalaria muralis (Polevovaet al., 2022,
cm. Fig. 4), rme HOopMmabHBINM 0anaHC KOJJIOMIHBIX
CTPOUTENBbHBIX BEIIECTB 3K3UHbI ObLUI, TTO-BUAUMO-
My, HapyuieH. JIpyrue npumepbl — TOSIBJIEHUE Jla-
MEJII ¢ “OeNbIMA JUHUSIMHA’, OCHOBAHHBIX Ha JIJAMH-
HATHBIX MUIIEJUIaX, JIeXalluX CBOOOAHO B JIOKYyCe
MbUILHUKA Y Psifia BUIOB, HaripuMep y Plantago major
(Gabarayeva et al., 2017, cm. Fig. 15A) uy Cymbalaria
muralis (Polevova et al., 2022, cm. Fig. 7). Ilpusnaku
¢dazoBoro pazaeneHus: U O6eJbIX JUHUK B OpOUKYyIax
U B CTYLIEHUSIX TTOJUIEHKUTTA ObLJIM ONMCAaHbl Y MHO-
r'MX BUAOB, Hampumep, y marHoauun (Gabarayeva,
Grigorjeva, 2012, cMm. Fig. 11F) u BunoB Apiaceae, X0-
TS B TO BpeMs1 ObLIM OMMCaHbl aBTOPOM Kak apTedak-
oI (Weber, 1992, cm. Fig. 8). PaBHbIM 00pa3oM, KoJi-
JIOUJHbIE BEIEeCTBA MPOSBISIOT CBOI IMOTEHIIMAT B
HalllMX OPEAIIEeCTBYIOIIMX M HACTOSIIEM 3KCIepu-
MEHTAaxX I10 MOJEJIUPOBAHUIO N Vitro: XOT BIIMSTHUE
reHoMa IIOJJHOCThIO OTCYTCTBOBAJIO, BbICOKasl MaT-
TepH-TeHEepUpYylolllas CIOCOOHOCTh 3TUX BEIIECTB
MO3BOJIMJIA CUMYJIMPOBATh BCE M3BECTHBIC DK3UHO-
MOIOOHBIE YIBTPACTPYKTYPHI 3a CUET AEUCTBUS DU-
3UYECKUX CHUJI.

BbIBOIbI U ITEPCITEKTHUBBI

AHAaJIN3 UMEIOIINXCS JTaHHBIX YKA3bIBAeT HA YHU-
BepCalIbHBII XapaKTep MEXaHU3MOB, JIEXKAIIUX B OC-
HOBE Pa3BUTHSI OO0JIOYKM ITHUIBIIEL.

st pa3BUTUSI 000JIOUKU MYXKCKOTO raMmeTodura
HEIIOCTaTOYHO PeryjIsainy Ha ypoBHe reHoma. Ha
YPOBHE T€HOMa ONPEAC/ISIOTCS HadaJIbHbBIE YCIOBUS
¢dopMUpOBaHMST 00OJIOYKU TTBUIbIIBI, T.€. KOHTPOJIUPY-
I0TCST crieludUIecKie I BUIOB TIPOIIOPIIANA Be-
IIECTB-CYP(hAKTAHTOB, IIPOMYIIMPYEMBIX B IIUTOTUIA3ME
MUKPOCIIOp, OCOOEHHO B KJIIOUEBOM TETPATHOM MEepU-
oze. 3aTeM pU3NYECKIE IIPOLIECCHI, TaKKe KakK (pa3oBoe
pasesieHre M MULIEIUISIpHAsT CaMOOPTaHM3alvs, Oei-
CTBYysI B TaHIeMe, aKTUBU3UPYIOTCSI U IOBOASIT MPOLIECC
110 KOHIIA. [JTaBHBIMM COOBITUSIMU Pa3BUTHS SK3WHBI B
TTOCTTETPATHOM TIEpHMOIE SIBIISTIOTCS (pOpMHpOBaHE
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OHIADK3MHBI M MaCCOBasA aAKKyMYyJAlMA MOHOMEPOB
CITOPOINOJUVICHNHA, CMUHTE3MPOBAHHLIX B TaIICTYME.

HMHTepavcuUMIUIMHAPHBIE YCUIIUS, TPUIOKEHHBIE
B 00eunx cepax — B THIATEJbHO MPOBEAEHHOM MpPO-
CJIeXXBAaHUM BCEX CTAAUI pa3BUTHUS HA YIbTPACTPYK-
TYPHOM YPOBHE U B 00JIAaCTU KOJUTOUOHOU (huznye-
CKOIl XMMHUM — CIIOCOOHBI IIPOJIUTHh HOBBII CBET HA
XOpOIIIO M3BeCcTHBhIe (PakThl. OHM MEePCIeKTUBHBI B
OTHOIICHUU TIOAACPXKKU TEOPETUUECKUX TUIOTE3 U
JaloT OoJiee IIy0OOKOoe MOHMMaHKe MopdoreHesa.

DTOT 0030p MOKA3BIBAET, YTO HAOIIOAACTCS Y-
BUTEJILHOE CXOJICTBO B BO3HUKAIOIIUX CTPYKTypax B
XOJIe pa3BUTHSI 000JIOUEK IBLUILLIEBLIX 36pEH B OT/Ia-
JICHHBIX TaKCOHAaX, OCOOEHHO B TETPAIHOM M paHHEM
MOCT-TeTpagHOM Tiepuoae. bosiee Toro, mpocrtbie
KOJUIOMIHBIE CMecH, 0€3 KaKOro-JIM00 reHeTUYeCKO-
ro KOHTPOJsI, CIIOCOOHBI CaMOOPTaHM30BBLIBATHCS B
HMCKYCCTBEHHbIE 000JI0UKU, UMUTUPYIOIIE HATypalb-
Hble. CTaHOBUTCS BCe OoJiee OYEBUIHBLIM, YTO 3TH pe-
¢bpeHbI BOZHUKAIOT MyTeM HEKMX (byHIaMEHTaTbHBIX
GU3NUECKUX TIPOLIECCOB, OOBSICHSIOLINX MHOTOKpAT-
HOE ITOBTOPEHME CIIOCOOOB OHTOIeHE3a B IIPUPOIE
(Meyen, 1978; Pozhidayev, 1993; 1995; 1998; 2000; 2002;
Chaikovsky, 2018; Pozhidaev, Petrova, 2023).

B OynyiieM HeoOX0AMMO TOCTUYb OOJIee TIOJTHOTO
MMOHMMAaHMS TOro, Kak amddepeHInaaibHas 3KC-
Mpeccusi TeHoMa B3aUMOJIEHCTBYET ¢ (PU3NUECKUMU
ImpoieccaMu B Xoie oHToreHe3a. KoHeuHas meiabp —
MMOHSTH, KaK 3Ta CJIOXKHAsI CeTh B3aMOIEIACTBUIL CO-
30aeT HaOJIIoJaeMoe pa3zHooOpasue yIbTPaCTPYKTY-
PpBI 000JIOYKM NBLIBLIBI, M KaK 3TO pa3HOOOpa3ue BO3-
HUKJIO B 9BOJIIOILIMH.

BJIIATOOJAPHOCTH

41 Gnaromapio Bcex MOMX COAaBTOPOB paHee OIyOJIMKO-
BaHHbIX paboT: B.B. I'puropsey, f. Kocenko, C.B. [ToneBo-
By, A.JI. IllaBapmy, S. Blackmore, G. El-Ghazaly, A.R. Hems-
ley, S.J. Hiscock, M.O. Lavrentovich, S.E.M. Moore,
J.R. Rowley. Oco6as 6aarogapHocth — Stephen Black-
more (CtuBy biskmo) 3a IpoBepKy aHIIOS3BLIYHOI Bep-
CUM M MHOTHE COBETHI MO pykomnucu. 1 6iaromapio Moux
AHOHUMHBIX PELICH3CHTOB 3a B3SIThIi Ha ce0sl TPY/I IO MPO-
YTEHUIO PYKOITUCH M BaXKHBIE TTOTIPAaBKU.

OUHAHCHUPOBAHUE PABOThI

JaHHasi paboTa rmoaaepkaHa MHUITUATUBHBIM TPAaHTOM
Poccuiickoro ¢doHaa ¢byHIaMEHTAIBHBIX UCCAEAOBAHUIA
Ne 20-04-00174a (pykoBoauth H.U. [abapaesa) u mpoBo-
UJach ¢ UCHOJIb30BaHueM obopynoBaHus LlenTpa “Kie-
TouHble 1 MonekynsapHble TexHonoruu B Haykax o Pacre-
Husx” boranmdeckoro mHctutyta PAH mMm. B.JI. Koma-
poBa (Cankr-IletepOypr).

COBJIIOJEHUE 5TUYECKUX CTAHOAPTOB

an/I BBIMMOJTHCHUUN OJAaHHOIo HMCCJICOJOBAaHUA JIIOOAU U
XXMUBOTHBIE HE MCIIOJIb30BAIMCH B KAYeCTBE OOBEKTOB.

I'ABAPAEBA

KOH®JIMKT MHTEPECOB

ABTOpBI 3asIBJISIOT, YTO KaKOM-1100 KOHMIUKT UHTE-
pPECOB OTCYTCTBYET.

NHOOPMALINA O BKIIALE ABTOPA

ABTOp cTaThM Halucalla JaHHBII 0030p, 3aaymMana u
pa3paboTaja HOBBII SKCTIEPUMEHT, OITMCAHHBIN B JAaHHOI
cTaTb€, CHUHTE3UpOBajia 0O0pa3libl M MpOBejda UX YJb-
TPACTPYKTYpHOE UCCiea0oBaHue ¢ moMollbio TOM. ABTO-
poM 0000IIeHBI BCE TaHHBIE U TEKCT CTAThU TOATOTOBJICH
K MPEJICTaBJIEHUIO.
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The Role of Physical Processes in Pollen Wall Morphogenesis:
Hypothesis and Experimental Confirmation

N. 1. Gabarayeva*
Komarov Botanical Institute of Russian Academy of Sciences, ul. Popova, 2, St. Petersburg, 197376 Russia
*e-mail: 1906ng@mail.ru

The review is devoted to the analysis and generalization of modern knowledge about the mechanisms under-
lying the ontogeny of the male gametophyte envelope. New and earlier data on exine development are dis-
cussed, and recurrent phases in the development of exine of phylogenetically distant plant species are empha-
sized. Though exine formation has been shown to be dependent on plenty of genes, the reiteration of exine
patterns in different plant species (e. g. columellate, granular, “white-lined” lamellae) suggests that these pat-
terns are based on some non-biological principles of space-filling operations. However, mechanisms involved
remained obscure until it became clear that the sequence of structures observed during exine development
coincided with the sequence of self-assembling micellar mesophases. It was discovered later that another
physical-chemical process — phase separation — participated in exine formation. To confirm that exine-like
patterns are capable of generating in vitro by simple physical processes, and their formation does not require
regulation at the genome level, some our and other authors’ in vitro experiments were undertaken; the data
obtained are discussed. Several series of our new experiments on modeling exine development with mixtures
of urface-active substances resulted in some patterns simulating the main types of natural exine. Transmission
electron microscopy analysis of the samples has shown that patterns simulating the full range of exine types
were obtained by joint action of phase separation and micellar self-assembly. The reconsideration and anal-
ysis of our and other authors’ morphogenectic and modeling data revealed that molecular-genetic mecha-
nisms and physical forces work in tandem, with considerable input of physical processes.

Keywords: pollen wall development, physical forces, self-assembly, phase separation, micellar mesophases,
modeling of morphogenesis
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[JIFOpUNOTEHTHBIN CTaTyC KJIETKU iX Vivo UMEET IMPOCTPAHCTBEHHO-BPEMEHHYIO PETYJISILIAIO B pAMKaX OM-
OpuoreHe3a 1 00yCIOBIIEH IIpolieccaMi CaMOOOHOBIIEHUS, 0eCKOHEeUHOI1 mpondepanuu u nuddepeHm-
POBKH BO BCE TUITHI KJIETOK opraHu3Ma. CtaTyc ITIOpUMOTEHTHOCTH ObLJT OXapaKTepu30BaH MPU UCCIIEI0-
BaHUM KJIETOK TEPATOKAPLIMHOMBI, a 3aTeM 3TO MOHATHUE ObLJIO MPUMEHEHO K SMOPUOHAIIBHBIM KJIETKaM
MPEeUMILIaHTAalMOHHOTO 3MOproHa Mbliu. [TmopurnoreHTHbIe cTBoJIOBbIE KieTKU (I[TCK) MbIm u yesio-
BeKa 00pa3yloTcs B MPEUMILIAHTALIMOHHBI MepUOo/ U IPUCYTCTBYIOT Yy SMOPUOHA 0 Havyasla racTpyJsiiuu.
OIHO U3 OCHOBHBIX COOBITUIA pAHHETO Pa3BUTHUSI MJICKOTIUTAIONINX — pa3ae/ieHe BHYTPEHHEeN KJIeTOYHOIt
macchl 6actouucTtsl (BKM) Ha rumo6i1acT u 3nub1acT, KOTOPBI TaeT Hayallo COOCTBEHHO SMOproHy. B
xoJie MOp(OTeHETUYECKUX MTPOLIECCOB, CBSI3aHHBIX ¢ (hOpMUpPOBaHMEM 3MKbJIacTa, COCTOSIHUS TTIOPUTIO-
TEHTHOCTHU €TI0 KJIeTOK TpaHchopmupytorces. Takum odpasom, kietku BKM 6iacTonucTel anureHeTuye-
CKMM U TPAHCKPUITIIUOHHBIM MaTTePHAMU OTJIUYAIOTCS OT CBOMX JOUYEPHUX KJIETOK IepH,/TIOCTUMILIAHTA-
LHMOHHOTO 3nubiacta. C HaYaJIoM racTpy/IsSILMOHHBIX IBUKEHWM cO3peBaHue KJIETOK anubiacTa 3aBepliia-
ercst X nuddepeHIIMPOBKOil B KJIETKU TPEX 3apOJbIIIEBbIX JIMCTKOB. B maHHOM 00630pe paccCMOTpEeHbI
HUCTOPUYECKUE aCIeKThl U3YYEHUS TUIIOPUIIOTEHTHOCTH KJIETOK, pa3inyHble uctouHuku [TCK, mexaHus-
Mbl M CUTHAJIbHbBIE MYTH, TTOAJIEPKUBAIOIIE CAMOOOHOBIIEHUE U TTIOPUTIOTEHTHOCTh KJIETOK B KYJIbTypax
I1CK. Kpome Toro, Mpl 00001IMIM JaHHBIE 0 MOP(GOTeHETUIECKMX IIpOolieccaxX, KOTOPhIE BIMSIOT HA 00pa-
30BaHue HauBHbIX kKJ1eToK BKM in vivo u ocienytouee co3peBaHre KJIETOK 3MU01acTa MbILLIW U YeJIOBEKA,
CBsI3aHHOE C TpaHCc(OpMalIeil X COCTOSTHUM ITIOPUITOTEHTHOCTH.

Karoueswie crosa: amOpuoreHe3 mijekomnuramimx, Mmopgorenes, BKM onacrouuctsl, anubdnact, BMP,
FGF, WNT curnanbHble myTH, runtopurnioreHTHbie ctBosioBble KileTku, MTICK, BDCK, naunbie [1CK,
npaiimupoBanHbie [ICK, penporpaMmmupoBaHue

DOI: 10.31857/S0475145023050026, EDN: KIFGAE

BBEAJEHUWE

I111I0pUNOTEHTHOCTh — 3TO CITOCOOHOCTD KJIETOK
nuddepeHIMPOBaThCsI B TMTPOU3BOAHBIE TPEX 3apo-
NIBIIIEBBIX JIUCTKOB U MEPBUYHBIE TOJOBbIE KJIETKU
(TITTK). B xone oHTOreHe3a in vivo TIIOPUNIOTEHTHOCTD
SIBJISIETCSI BDEMEHHBIM U TPaHC(HOPMUPYIOIIUMCS CO-
CTOSIHMEM. B CBS13UM C 3TUM ILTIOPUTIOTEHTHbBIE CTBOJIO-
Boie Ki1eTkH (I1CK), rmoryuyeHHbIe Ha pa3HbIX 10TacTpy-
JISUMOHHBIX CTaIUSIX Pa3BUTUSI 3 SMOPUOHA YeToBeKa
U MBIIIW, UMEIOT pa3Hble CBOMCTBA U pa3Hbl€ COCTO-
SIHUS TUTIOPUNOTEHTHOCTU. CyIIECTBYIOT TaK Ha3bl-
BaeMble HauBHbBIE, PO3ETKOMOMOOHbIE, (hDOPMATUBHbBIC
n ripaiimupoBanHbie ITCK, KkoTophie OTIMaaoTcst 3nm-
TeHETUYECKUM CTaTyCOM, 1, KaK CJIeICTBUE, TIpOodrieM
AKCIIPECCUH, a TAKXKe CITOCOOHOCThIO A depeHIrupo-
BaTbCsl B pa3JIMYHbIE TUIIbI KJIETOK opraHusmMa. Kpome

TOro, pasHble ycinoBus KynbTuBupoBaHus ITCK mator
BO3MOXHOCTh IEPEBOAUTH UX M3 HAMBHOIO B IIpOMeE-
XKYTOUHBIE U TIpaMUPOBAHHOE COCTOSIHUS WJIU pe-
porpaMMUpPOBATh B OOpaTHOM HarpaBjeHUM. Tak,
OCHOBHBIMM IIPM3HAKaMM HAWBHOM ILIIOPUIIOTEHT-
HOCTH, B OTJIMYME OT IIPAaliMUPOBAHHOM, SIBISICTCS
TpaHckpunuus reHa Oct4 ¢ UCIIOJIb30BaHUEM M-
CTaJIbHOTO 3HXaHCepa, COXpaHeHMe HEMHAKTUBUPO-
BAHHOTO COCTOSIHMSI BTOPOM X XPOMOCOMBI B JKEH-
CKUX KJIETKaX, ImobanbHoe neMetuiupoBanue JJHK,
CIOCOOHOCTh 00pa30BBIBaTh XMMeEpPhl. B mcKyccTBeH-
HBIX YCJIOBUSIX, BOCIPOM3BOISIINX YCIIOBUSI OpraHn3-
Ma, BO3MOXHO MOIIep>KaHUe Pa3INYHBIX COCTOSTHUIA
nmopunoreHTHOCTH TICK, a Takke pernporpamMmmmn-
poBaHue O6oiiee T GepeHINPOBAHHBIX ITPaMUPO-
BaHHbIX [ICK B HavBHbIE ITyTeM MOLYJIMPOBAHUSI B HUX
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curHanbHBIX iyTeit WNT 1 FGF2 ripn momMorn reHe-
TUYECKUX KOHCTPYKIIWiA, Mabix Mosiekyn, PHK u npy-
MU criocobaMi. OCHOBHBIM OTJIMYMEM YCIIOBUIA IO -
JepkaHus riopuitoreHTHOro coctostHyst ITCK mMbimm
¥ 4yesoBeKa siBisieTcs He3aBucuMocTb ITCK yenoBeka
OT akTuMBaropa curHajgpHoro oenka STAT3 ¢dakrtopa
LIF (neiikemust nHrnoupyomuii ¢pakTop), He0OX0-
aumMoro st KyibtuBupoBaHus ITCK mprm.

IMourck MONEKYJISIPHBIX MEXaHU3MOB U CUTHATBbHBIX
MyTeii, MOy TMPOBAHUE KOTOPbIX MOXHO UCIIOIb30BaTh
st nonaepxanus I1CK, a Takke pernporpaMMupo-
BaHUSI COMAaTUUYECKUX KJIETOK B3POCJIOro opraHu3ma
C MoJIydYeHreM UHIYLUPOBAHHbBIX TTIOPUTMTOTEHTHBIX
ctBOJIOBBIX KieToK (MITCK) B KynbType — 4pe3BbI-
yailHO akTyajibHas o0JiacTh MccieaoBaHuii. Jlemo B
toM, 9yTo IICK 4enoBeka IBIIIOTCS BaXXKHOIT Moje-
JIbIO 17151 U3y4yeHust nuddepeHunpoBKU KieTok. Jiu-
MUTUPOBAHHBII TOCTYN K 3MOPUOHAJIBHOMY MaTe-
puaiy yejoBeKa 3aTpyAHSET MCClel0BaHue SMOPUO-
reHes3a U OTKJIOHEHUM, TMTPOUCXOMSIINX HAa PaHHUX
CcTagusiX SMOpUOHaJIbHOTO pa3BuTUs. IloaToMy mC-
nonb3oBanue IICK uyemoBeka B KadyecTBe OOBEKTa
JlaeT BO3MOXHOCTh MOMIYJIMPOBAHUS UM U3YyYEHUS
DPaHHETro pa3BUTUS YEJIOBEKA in Vitro.

MbI ipoaHaIM3UPOBaAIM UHGOPMAIIUIO O MeXa-
HU3MaX IMHAMUYHO U3MEHSIIOIINXCS B PA3BUTUU CO-
CTOSTHUI TUTIOPUITOTEHTHOCTH, a TAKXKE O MOTSHLIMAJIS
I1CK sMm0pnoHa 9estoBeKa U MBITIN TUMGepeHITUPO-
BaThCS B 3apOJbIILIEBBIE U BHE3aPOAbIIIEBhIC TPOU3-
BoHbIe. B HacTosiieM 0630pe OyIyT paccMOTpPEHBI
NCTOYHNKM 1 criocoObsl moiydeHust ITCK genoBeka,
JIWHAMHWKA COCTOSIHUI IUTIOPUIIOTEHTOCTU B pa3BU-
TUU MBIIIM U 4YeJIOBeKa, a KpoMe TOro, e€ CBSI3b C
MOpP(MOreHeTUYECKUMHU TIpOolleCCaM, XapaKTepHBI-
MU IS pAHHETo SMOpHOreHe3a MICKOIMUTAIOIINX.

NCTOPUA OTKPBITUA
TUTFIOPUITOTEHTHDBIX CTBOJIOBbBIX KJIETOK

SBeHnsT 0eCKOHEYHOI TTpodepanni 1 CUMMET-
PUYHOIO NIeJIeHUsI B KYJIBType, a TaKKe CIIOCOOHOCTh
IuddepeHIMpoBaThCs B KJIETKM TPEX 3apOJbIIIEeBbIX
JINCTKOB SMOpPHOHA CBOMCTBEHHBI IBYM OCHOBHBIM TH -
IaM KJIETOK: IUTIOPUIIOTEHTHHIM PaKOBBIM KJIETKAM
tepaTokapuuHoM u ITCK (Chambers, Smith, 2004).
Tepatoma — 3TO oOpa3oBaHMNE, KOTOPOE COAEPXKUT
KJIETKU TPEX 3apOIbIIIEeBHIX JIMCTKOB Pa3HOI CTere-
HU nuddepeHIIMPOBaHHOCTA B BUIE (opMUpylo-
IIeiicd HEeYIMOpPsSAOYeHHBIM 00pa3oM OITyXOJIEBOM
MAacCBhI, KOTOpasi MOXeT OBbITh JOOPOKAYECTBEHHOM
(Andrews, 2002; Chambers, Smith, 2004; Damjanov,
1993; Damjanov, Andrews, 2016). 310KauyecTBeHHAs
TeparoMa, TepaToKapLuHOMa, COIepKUT Heaudde-
pEHIIMPOBaHHbIE 3MOpPHOHAJbHBIE KapLIMHOMHBIC
CTBOJIOBBIE KJIETKU U 00pa3yeT IIpY TpaHCIUIaHTaIlUu!
PELUIMNEHTY 3JI0KAYeCTBEHHYIO OIyXOJb. DKCIIEPU-
MEHTaJbHble PabOThl C TepaTOMOil ObUIM HayaTbl
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CruBeHcoM u Jluttiaom (Stevens, Little, 1954) Ha
cam1uax Mbiieit auHum 129. B ux uccienoBaHusix Te-
paToOMBbl CIIOHTAaHHO BO3HUKAJM B CEMEHHUKAX MPU-
MepHO 1% camiioB Mbleil tuaun 129. Takke oHu
MOTJIU OBITh BI3BaHbI TPAHCIIJIAHTAlIME TOHAIbI M-
OproHOB MbIlM 11—13 cyTok pa3BuTUs (TaHHOU 1 He-
KOTOPBIX JIPYTUX JIMHUI1) B CEMEHHUKU B3POCIIBIX MbI-
et (Stevens, 1970a, 1970b; Stevens, 1964). B Hopme Ha
11—13 cyTtku pa3Butust mpoucxoaut 3aceneHue MK
B 3a4aTOK roHajbl, v npojaudepaums [MITK B unaud-
¢epenTtHoIi roHaze. dainee, Ha 13 cyTKu, AeTEpMUHUPY-
€TCs1 TI0JT MBILLIN, HAUMHAETCS MeMoTHUYeCcKoe NejieHe
IIITK, vt oHY CTaHOBSTCS TaIIOUIHBIMU. TakuM o6pa-
30M, MpeAllecCTBeHHUKaM1 BO3HUKIINUX TepaToM B
ceMeHHUMKax Moy 6butn T1TTK Ha cTanuyu MUTOTH-
YECKOTO JeieHUsI, UMEIOIIue CBOMCTBA CTBOJIOBBIX
kietok. [ToznHee ObLIO TTOKa3aHO, UTO B pe3yJibTaTe
nucbaiaHca Mexay Tpolieccamu npoiavudepanuu 1
mnddepenunpobku (Pierce, 1980, 1983), HaunHag ¢
11 cyrok pa3Burtust mbiieit, cpenu ITITK mpoucxonur
HaKOILJIEHUE CTBOJIOBBIX KJIETOK 3JIOKa4eCTBEHHOM
TepaTokapiiiHoMbl. [loaToMy B 3KcriepuMeHTax
CruseHca u JIuTtia npu nepecaake roHaibl peLMITI-
€HTHBIM XXHWBOTHBIM Y HUX MOIJIM OOPa3oBbIBATHCS
3710KauyeCTBEHHbIE TEPATOKAPLIMHOMBI.

KieTkn TepaToKapiMHOMBI MBI KYJIBTUBUPO-
BaJIVICh in vitro Ha punepe n3 pudpo0o1acToB 1 OBLIN
Ha3BaHbl SMOPUOHATBLHBIMU KapLIMHOMHBIMU KJIETKA-
mu (DKK) (Finch, Ephrussi, 1967). DKK nmenn mo-
PUIOTEHTHBIH cTaTtyc. PaznuyHble MOAXOAbI U METO/IBI,
pa3paboTaHHbIC [IJI ONTUMU3ALUU YCJIOBUM KyIbTU-
BUpoBaHUs TUopunoTeHTHbIXx KK, ObLIM Briocien-
CTBUM MPUMEHEHBI ISl pabOThl C KJIETKAMU MpPeuM-
IUIAHTALIMOHHOTO 3MOpPMOHA, MTOCKOJbKY Mpenmnoia-
rajoch, UTO 3TU KJIETKU CXOXU IpyT ¢ npyrom. [lpu
UHbEeKIUU TuTopurioTeHTHbhix DKK B 6Giactouucrty
MBI OHU HE IPYKUBAJIMCH B PEUMIIMEHTE U/WIN
00pa30BbIBAJIU OITyXOJb B IIPe/TOCTHATAIBHBIX M-
opuoHax (Papaioannou et al., 1978). Ilo3gHee ObLIM
MPOBENEHBI PKCIIEPUMEHTHI 10 MEpecaike B 0J1acTOLU-
CTbI TUTIOPUTNIOTEHTHBIX KJIETOK XY JIMHUI C HOpMaJlb-
HBbIM KapHUOTHUIIOM, BBIAEJICHHBIX U3 MPEeUMIUIaHTallU-
OHHOro 3MOpHroHa. OKa3ajoch, YTO KJICTKH TIPEUM-
IUIAHTAllMOHHOTO 3MOpHOHA, CUMTABIIMECS paHee
TepaTOKapIIUHOMHBIMU, B OINpPEAETIEHHOM OKpYXe-
HUM MOTYT BECTU cebdsl KaK HOpMaJibHble 3MOpHO-
HaJibHbIE KJIETKW. OHU OBLIM CIIOCOOHBI BHEAPSTHCS
B OMOpUOHAIbHBbIE TKAaHUW MBbIIIM-PEUNIUEHTa, a
Takke OTuddepeHIupoBaThCSI B KJIETKU TPEX 3apo-
NIBIIIEBBIX JJUCTKOB, B TOM UYUCJE B KJIETKU TOJOBOM
JIMHWU, MUHYS 00pa3oBaHUe TEPATOMBbl U/UIU Tepa-
TokaunHoMbl (Bradley et al., 1984). B utore crayo
MOHSTHO, YTO TaKWe KBa3W-KApIMHOMHBIE KJIETKU
SBJISUIUCH KJI€TKaMU BHYTpEHHEH KJIIETOUHOU MacChl
(BKM) oO6mactouuctel u 3mnubiacra (Chambers,
Smith, 2004).
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NCTOYHUKU TUTIOPUTTOTEHTHBIX
CTBOJIOBBIX KJIETOK

I1CK MoOXHO pa3age/iMTh Ha TPU KaTerOpuH B 3a-
BUCHUMOCTU OT MCTOYHUKOB Y METOHOB ITOTYyYECHMUSI.
IMepBas kateropus — 3to [1CK, BeimeieHHBIE U3 DM-
OpuoHa: >MOpUOHabHBIE CTBOJIOBEIE KJIeTKU (D CK)
n3 BKM 06iacTolucThl IpeuMIIIaHTallMOHHOIO 3M-
opuoHa Mmbimu 1 yenoBeka (Evans, Kaufman, 1981;
Martin, 1981; Thomson et al., 1998) u cTBOJIOBBIE
KJIeTKA U3 MNOCTUMILUIAHTALIMOHHOIO 3IMbJjacTa
(OmuCK) mbimm Ha cramum ES5.75 (Brons, et al.,
2007; Tesar et al., 2007). Bropas kateropust — [1CK,
IMOIyYeHHbIEC METOIOM IIEPEHOCAa COMAaTUYECKOTO SI/I-
pa B aHyKJIeupoBaHHbI ooyt (Wilmut et al., 1997).
Tpetbst kateropusi — IICK, mnonyyeHHbIE METOAOM
perporpaMMHUpPOBaHUS COMAaTUYECKUX KJIETOK C I10-
MOIIBIO KJTIOYEBBIX (paKTOPOB ILIIOPUIIOTEHTHOCTU
(Takahashi, Yamanaka, 2006).

9M6pll0Hd/leble CMe0106ble KAemMKU MblilU

PasButue sMOpMoOHa MIIEKOIUTAIOIIMX MOXKHO
pa3nenuTh Ha JBa OCHOBHBIX MEpUOa: Ipe- U IMOCT-
UMIUIAaHTALIMOHHBINA. B MpeuMIuiaHTaIMOHHBII Te-
puon npu ApOOJIEHUM 3UTOTHI OJIacTOMEpPhI “BHIOM-
paroT” HaIIpaBJIEHNE CBOETO JAILHEHIIIETO pa3BUTHSI
B IBYX TouKax Oudypkaiuu. [lepBas Touka COOTBET-
CTBYET CTaguu 8 06J1aCTOMEPOB, U B HEM IIPOMCXOIUT
pazneneHue 0J1aCTOMEpPOB Ha BHYTPEHHUE U HApyK-
Hble ki1eTku (Nichols, Gardner, 1984). B pe3yibraTe
KJIETOYHOM cerperaluuy U3 BHYTPEHHMUX KJIETOK 00-
pasyiorcsa kieTku BKM OiacTonmcTsl, a 13 HapyX-
HbIX — TpodakToaepma (Ducibella, Anderson, 1975;
Lim, Plachta, 2021). Bropast Touka oudypKkauum co-
oTBeTcTBYeT pasneiiennio BKM Ha rumobGnact (tak
Ha3bIBaeMYyI0 “NEPBUUYHYIO BHTOAEPMY” Y MBIIIN) U
AMMOJIACT. DNMOIACT — 3TO KJIACTEP SIUTEINATIBLHBIX
3apOMABIIIEBLIX KIETOK, KOTOPHI JaeT Havyajlo COO0-
crBeHHO 3MOpuony (Gardner, Rossant, 1979; Muhr,
Ackerman, 2022). BKM 061acTOLIMCTHI SIBISIETCS UC-
touHukoM DCK (Evans, Kaufman, 1981; Martin, 1981).
INepBbie DCK, 11oIy4eHHBIE OT MBILLIH, TOAICPKUBAIN
B cpele, KOHIMIIMOHUPOBAHHOM KJIETKAMU TepaTO-
kapuuHombl (Johnson, Ziomek, 1981), unu KynbTu-
BUPOBAJIM COBMECTHO C OOJIydEHHBIMU 3MOPHUOHAIb-
HbIMU (pubpobGactamu Mbelu (MDdD) B obGoralieH-
Hoil KynbTypaibHoii cpene (Evans, Kaufman, 1981;
Wobus et al., 1984). [To3:xe 6b110 MOKa3aHO, YTO IO/ -
JIepXXaHue TUIIOPUIIOTEHTHOCTU M Vitro 3aBUCUT OT
¢dakropa LIF (Gough et al., 1989; Smith et al., 1988).
LIF npuHamiexXuT K CEeMEUCTBY LIUTOKUHOB UHTEP-
JIEAKUHA-6 U CBSI3BIBAETCSI C TeTePOIMMEPHBIM pe-
HentopoM, cocrosmuM n3 LIF-peuenTopa mn gpl130
(Niwa et al., 2009). JaHHbIii (pakTOp AEMCTBYET Ha 3 OC-
HOBHBIX BHYTPUKJIETOYHBIX CUTHAJIBHBIX IYTU: IYTh
JAK-STAT3, KOTOpBIif OTBEYaeT 32 CAaMOOOHOBJICHHE,
nyTh (ocharuaunHosuron-3-kuHassl (PI3K)-Akt,
OTBETCTBEHHBIN 3a Mpojundepannio 1 NomIepKaHue
TUTFOPUIIOTEHTHOCTH, M MYTh MUTOTEH-aKTUBUPYEMOI

npotenHkrHa3bl (MAPK), KkoTopblit mpu akTUBaLuu
MPUBOAUT K mpoaudepauuu u auddepeHIInpoBKe
OCK wmpim (Ohtsuka et al., 2015). ITocpencTBom
dochopmIMpoBaHUS TPAHCKPUTIIIMOHHOTO (HaKTO-
pa STAT3 uepes curHanbHbil yTh JAK-STAT (Oht-
suka et al., 2015) akTUBUpYETCSI SKCIpPEecCUus “Te€HOB
IUTIOPUITOTEHTHOCTH ”, TakKuX Kak Oct4, Sox2, Nanog,
Kilf4 v Sall4, u ctumyiupyeTcsi caMOOOHOBJIEHUE
DCK mbimu in vitro (Ho et al., 2009; Nichols et al.,
1998; Raz et al., 1999). AkTuBaL1sI SKCOPECCUM ITUX
reHOB TIPOUCXOJIUT 3a CYET COBMECTHOIO CBSI3bIBa-
HUSI TPAaHCKPUIILIMOHHBIX (pakTopoB Stat3 m Brgl ¢
UX IpoMoTopaMu, Iipu 3ToM Kif4 n Sall4 sBinsioTcs
npssMbiMu MutieHssMu Stat3 (Bourillot et al., 2009).
AxtuBauus PI3K-Akt dakropom LIF moBbimaer
aKcnpeccuio reHoB Nanog, Esrrb, Tbx3 n Tcll (Storm
et al., 2009), oTBEeTCTBEHHBIX 3a CaMOOOHOBJICHUE
OCK wmpimu (Storm et al., 2007, 2009). I'en Zscan4,
kotophiii peryaupyercs PI3K (Storm et al., 2009),
9KCIpeccupyeTcss B 9MOpHOHe Ha cTaauu 2 6j1acToMe-
poB (Falco et al., 2007). B 1o e BpeMsI TreTeporeHHast
norynsunss DCK MBI in vitro coXpaHsSIeT 3KCIpec-
CHIO TaHHOTO TeHa B 5% xireTok (Zalzman et al., 2010).
Dyakima Zscan4 3aKiII09aeTcst B peTyJISILINA MeXaHN3-
Ma aJbTePHATUBHOI 3JIOHTALMS TEJIOMEP Ha paHHUX
CTaaUsIX pa3BUTHSI SMOPHUOHA 0 HayaJla TeJIOMepPa3HOM
aktuBHOCTH (Blasco, 2007). AnbTepHaTUBHAsSI 3JIOHTA-
1S TeJIoMep B OJ1acToMepax Ha CTaauu 2-KIETOUYHO-
ro sMopuoHa 1 DCK MbIlM paboTaeT mocpeacTBOM
TOMOJIOTMYHOM PEeKOMOMHAIINM TEJIOMEPHBIX MOCIEI0-
BatesbHOCTei (Blasco, 2007), Torma Kak TUIIepMeTIIN -
pOBaHUE U TeTEPOXPOMATU3ALIUST TEJIOMEPHBIX/CyOTe-
JIOMEPHBIX PETUOHOB IIPEISITCTBYIOT 3TOMY IIpOIIeC-
Cy B TepMHUHAIBHO IrddepeHINPOBAHHBIX KJIIETKaX
(Schoeftner, Blasco, 2009). Zscan4 criocoOCTBYeT 1e-
METUINPOBAHUIO TEJIOMEPHBIX/CyOTEIOMEPHBIX pe-
TMOHOB TyTeM MHUIIMALMU Jerpagaiii OCHOBHBIX
KOMIIOHEHTOB KoMIiekca MetuiaupoBanusi Uhrfl u
Dnmtl, B pe3yiabTraTe oOecneunBast mpoandepamnuio,
MomJiepXaHue IIIOPUIIOTEHTHOCTA U CTaOMIBHOCTh
renoMa (Dan et al., 2017; Le et al., 2021). HoknayH
Zscan4 TpUBOIUT K U3BMEHEHUIO KapUOTUIa, CHUXKE-
HUIO KJIETOYHOI mpoimdepaliiy U aronTo3y 4epes
7—8 maccaxkeii (Zalzman et al., 2010). Takum oGpa-
30M, LIF aktuBanus nByX curHajabHbIX myTeil JAK-
STAT3 n PI3K-Akt 8 DCK MBI CITOCOOCTBYET ca-
MOOOHOBJICHMIO, Mpojidpepalu U TOoAAepKaHUIO
craryca IUTIOpUINoTeHTHOCTU. Kpome Toro, ctumysisi-
must LIF aktuBupyer MAPK mocpenctBom Shp2-me-
diated Grb/Sos curHaJILHOTO MyTH, Yepe3 KOTOPHIiA Of1-
HoBpeMeHHO akTtuBupyetrcsi JAK-STAT3 curHajvHr
(Ohtsuka et al., 2015).

HN3BectHO, yTo MAPK curHambHBIHM ITyTh 0Oecre-
yuBaeT IUPdepeHIINPOBKY KIETOK B HEMPOHATbHOM
HanpasiieHun (Stavridis et al., 2007), a ero akKTuB-
HOCTh B DCK MBI MHTUOMPYETCS Mo MOJICKY-
jgoii MEK wuHruoutopa PD098059 (Burdon et al.,
1999; Ohtsuka et al., 2015). I IJIMTEIBHOIO CaMO-
ooHosneHug DCK MbIIU in vitro He0OX0IUMa aKTU-
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Barst WNT/B-catenin CUTHAJIBHOTO ITyTH ¥ €70 MU~
meHet Nanog, Esrrb, Klf2, u Tfcp2l1 (Ohtsuka et al.,
2015; Qiu et al., 2015). CHIR, unrudupys GSK3,
CTa0WIM3UPYETaKTUBHOCTD M BHICBOOOXIeHHE [3-cat-
enin, KOTOpPbIiA BXOAUT B SIAPO M WHAYLIUPYET IKC-
Mpeccuio “reHoB IUIIopUIIoTeHTHOCTU” Oct4, Sox2,
Nanog (Martello et al., 2012) nyrem cynipeccuu TCF3
(Qiu et al., 2015). Mumenu WNT/B-catenin cur-
HajbHOro nytu, Klf2 w Tfcp2ll, NoBbIIAIOT CBOIO
9KCIIPECCUI0O U CTUMYJIUPYIOT B3Kclpeccuto Nanog
JUJII MHULMALMKA caMOOOHOBIeHMsT KieToK (Qiu et al.,
2015; Ye et al., 2013). Cymmupysi, MOKHO CKa3aThb,
yto Wit KyabTnBrupoBanns DCK MBI HeOOXOTMEBI
uHruouposanue MAPK (PD098059), akrtuBaius
kaHoHnuyeckoro WNT/B-catenin cUrHaJIBHOTO ITyTH
naruontopoM GSK3 (CHIR) u cTuMyisimust KJIETOK
dakTopomMm LIF.

Cmeonosuie kaemku snubnacma (SnuCK) motuiu

B 2007 r. ObUIK BIIEpBBIE BBIAEICHBI IJIIOPUITO-
TEHTHbIE CTBOJIOBbIE KJIETKM TMOCT-UMILIAHTAllMOH-
Horo snu6iacta Ml (BnuCK) (Brons et al., 2007;
Tesar et al., 2007). brio mokazaHo, yto OnuCK skc-
MPECCUPYIOT OCHOBHBIE PETYJISITOPHBIE TPAHCKPUII-
OUOHHBIE (akTophl ITumOpunoreHTHOoCcTH (Oct4,
Nanog) 1 coxpaHsIIOT CIOCOOHOCTh AU HEepEeHIUPO-
BaTbCsl B COMaTM4YeCKue TepPMUHAJIbHbIE TUITbI KJie-
tok u I1IIIK (Tesar et al., 2007). B otmmune or 9CK
Mbimn OnuCK noanepxuBanucek B LIF He3zaBucu-
MbIx 1 Activin A/nodal u FGF2 (Li, Belmonte, 2017)
3aBUCUMBIX YCIOBUSIX in vitro. OHu (dhopMUpoBaIn
IUIOCKWE MOHOCJIOMHBIC KOJOHUM, COCTOSIILIME U3
KJIETOK C BBICOKMM SIIEPHO-IIUTONIa3MaTUUECKUM
cootHoureHueMm (Brons et al., 2007). Kpome Toro,
ObUTO OOHapyXeHOo oTanyue npoduieid ToTaabHON
skcnpeccun reHoB y DnuCK u DCK mpmm (Kojima
et al., 2014). DTo cBsI3aHO ¢ MHAKTUBALIUEM TUCTAIb-
HOTO U aKTUBaIlMell MPOKCUMAILHOTO 3HXaHcepa
Oct4 B OmuCK (Tesar et al., 2007). ITo cpaBHeHUIO C
DCK mprm BnnCK 60j1ee MTHTEHCUBHO SKCITPECCH -
poBanu reHnl Otx2, Eomes, Foxa2, brachyury T, Gata6,
Sox17wn Cerl (Tesar et al., 2007). Metunom SnuCK
MBIIIK oTiandaeTcs oT Mmetrmiaoma DCK runepmern-
JIMPOBAaHHOCTHIO B permoHax npomoTtopos (Veillard
et al., 2014). M3BectHO, uTO reHOM DCK MBIIIN 1~
MOMETWJIMPOBAH, U UX HaITpaBJIeHHasT TuddepeHIN -
pOBKa aKTUBUPYET de novo METUJIMPOBaHUE TTOCPE-
cTBOM KaraiauzatopoB Dnmt3b/a/l (de novo methyl-
transferase 3) (Okano et al., 1999). bbuio nokasaHo,
yto B KieTkax OnmuCK yBennuumBaeTcsi ypoBeHb BKC-
npeccuu de novo metuntpaHcdepas Dnmt3al v Dnmt3b
U YMEHBIIIAETCS YPOBEHb 3JKCIIPECCUU JIEeMETusa3
Tetl n Tet2 (Veillard et al., 2014). DnuCK 65111 crio-
COOHBI (hopMHpOBaTh TEPATOMBI TIPU TpaHCIJIAHTA-
1IMU B pa3jMyHble OpraHbl UMMYHOAE(MUIIMTHON MbI-
mu (Brons et al., 2007; Sugimoto et al., 2015; Tesar
et al., 2007). IToObITKY MTOJTYYUTh XUMEPHBIX MbIIIEH
noacankoit kiietok DmuCK B Mopysy u 671aCTOLIMCTY
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He TIpUBEJIN K ycrexy. TOYHO Tak 3Ke KISTKU ITOCTUM-
MJIAHTAIMOHHOTO 3MUOJacTa MBIIIW MPU MMOACANKE
OBLTU HE CTOCOOHBI JaBaTh XUMEPHbIX MbIteil (Tesar
et al., 2007). OgHaKoO 0Ka3aj10Ch, YTO NPUHYINTEIb-
Hasl 3KCIIpeccus aHTUATIONITOTUYECKOTo TreHa Bcl2 B
OnuCK, nHbeIMpyeMbIX B IIPEMUILJIAHTALIMOHHBIA
SMOPHUOH, CIIOCOOCTBYET MHTErPAllN 3TUX KJIETOK B
SMOpPHOH M (POPMHUPOBAHUIO NEPBUUYHON XMMEPHI
(Morata Tarifa et al., 2020). JanHass MoaguduKanus
AmCK crmocobcTBOBAIA YCTPAaHEHUTO MEKCTATNITHBIX
pasnuuuii KiaeTok snubnacra (Masaki et al., 2016). Ta-
KM 00pa3oM, KJIETKM 3M10JIacTa, BBIOCICHHBIC U3
MOCTUMIUIAHTALIMOHHOIO SMOPHMOHA MBIIIIN, CIIOCO0-
HbI IPUKUTHCS B IMIPEUMILIAHTAllMOHHOM 3MOpPUOHE
U 1aTh BKJIaJ B (POPMUPOBAHUE XUMEPHOTO SMOpHO-
Ha. BBUIO ITOKa3aHo, YTO €CIIM MUHBELIPOBATh KJIETKHU
SnmuCK B ITOCTUMIUIAHTALMOHHBIM 3MOPHOH, TO
TpaHCIUIAHTUpOBaHHKIE KiIeTK D CK rprokuBaioTcs
BHYTPM Hero U 11 PEepeHIMPYIOTCS B IIPOU3BOIHEIC
Tpex 3apopabiieBbix JucTKoB U TTTIK (Huang et al.,
2012).

9M5p1/l0Ha/lebl€ CMeE0/106ble KAeMKU Yeno6eKka

IMepsbie tuHK DCK yemoBeKa ObLUIY MOJIYYEHHI B
1998 r. u3 BKM 061acTOLMCThI B TEX XK€ YCIOBUSIX, UYTO U
ycioBus KyabTuBupoBaHusg DCK mpimm (Thomson
et al., 1998). OnHako ObLJIO MoKa3aHo, uto LIF, ki1to-
yeBoii pakTop camooOHoBIIeHuss DCK mbrmm (Han-
na et al., 2010), He obGecnieyrBaeT TOCTATOYHOIO YPOB-
HSl CUTHaja ISl MOAACPXAHUST TLTIOPUITOTEHTHOCTH
ACK yenoBeka. OKa3ajioch, YTO TSI HUX 00Jee BaxK-
Hyto posb urpatot curHaiel FGF u TGF/Activin
(Vallier et al., 2005). HecmoTtpst Ha 1o, yTo DCK ye-
JIOBEKA 1 MBIIIN ObUIM IIOJIyYeHBI U3 IIpeUMILIaHTa-
IIMOHHBIX MOPMOHOB, HAXOMSIIMXCSI Ha OOHOU U
TOM K€ CTaAuU Pa3BUTUS, ObLIO 3aMEUYEHO, YTO OHU
OTJIMYAIOTCS IT0 MHOT'MM ITOoKa3arteisiM. B unciio atux
rmokasareJieil BXoasaT Mopgoaorus (INIOCK1e WiIn Ky-
M0JI00O0pa3HbIe KOJIOHUM), 3aBUCUMOCTb OT (haKToO-
poB pocta (bFGF u TGFB/Activin/Nodal unu cur-
HanpHbI TIyTh LIF/STAT3), reHomHas cTaOuiib-
HOCTb, BIUTEHETUYECKOE COCTOSTHUE X-XPOMOCOMBI
u 1.0. (Bayerl et al., 2021).

H/llOlel’lomeHmele CmeoJa106ble Kaemku,
NoO/IY4Y€eHHble nymem nepeHoca 6 ooyum
comamuuvecKkoeo ﬂapa

OueBuagHo, uto ucciegoBanuss DCK uyenmoBeka
MMEIOT MPaKTUYECKUE M 3TUYCCKUE OTrpaHUYCHUS.
Kpome Toro, Teparorennocts DCK muMmuTtupyet nx
MpUMEHEHEe B pereHepaTuBHON MeauliiHe. B cBsa3u
C 3TUM TIpolJieMa ajabTepHaTUBHOro ucrouHuka [NCK
co cBoiicTBaMu, XapaktepHbiMU 111 DCK, coxpaHsi-
€T CBOIO aKTYaJIbHOCTh. I1OoTpeOHOCTE B MMOJTYISHUN
JIIOOBIX TUIIOB KJIETOK B3POCJIOTO Y€JI0BEKa, KOTOPhIE
ObUIM OBl CIeUM(UYHBI ST KaXKIOTO KOHKPETHOTO
ManueHTa, cTaja IBUXKYIIEH CUIoN pa3padbOTKU HO-
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Puc. 1. PucyHoK, WLTIOCTPUPYIOIINIT KOHLICITIIUIO SIMUTeHeThYecKoro Janmmadra, npemtoxeHHywo K.X. Yommuarronom (13

Waddington, 1957).

BbIX crtoco0oB nojyyeHus ITCK. B 1997 r. mosiBuics
HoBBII MeTon ntojryaeHus1 ITCK 1yTem mepeHoca co-
MaTUYECKHUX SIIEP B DHYKIIEMPOBAHHBIE OOLIUTHI BTO-
poro neneHus meiio3a (Wilmut et al., 1997), Briocien-
CTBUH Ha3BaHHBIN KiIoHMpoBaHueM (Gurdon, 2006).

PabGora, OGmaromapst KOTOpOi#i CTajlo BO3MOXHO
JaHHoe HanpasjieHue noiydeHust [ICK, Gblia BbI-
rmomHeHa [€pmonomM ere B 1962 r. (Gurdon, 1962b).
IIpoBeneHHBIE paHee 3KCIIEPUMEHTHI YKa3bIBaIM Ha
TO, 4TO SIAPO AUPDEPEeHIIMPOBAHHON KIETKU MOXET
OTJIMYATBCS OT Sep KIEeTOK SMOpHOHA, U 3TU U3Me-
HEHUS MOTYT OBITh HeoOOpaTuMBIMU. BO3HUK Bompoc,
SIBJISIETCSl 11 KOHeuyHas1 AU depeHIIMPOBKa KIETOK
BO BpeMsI SMOpHUOreHe3a Pe3yIbTaToOM JIeIelin TeHe-
TMYECKOro MaTepuaja, YTo IPMBOIUT K pa3HOOOPa3UIO
KJIETOK C pa3IMYHbIMU HAOOpaMU 'eHOB, WJIH 3Ke 3a Hee
OTBETCTBEHHBI PETYISITOPHbIE MEXaHW3MBI, KOTOPbIE
HE MOoapa3yMeBaloT CYIECTBEHHOIO N3MEHEHUS TeHe-
TMYecKoro marepuaya. KoHuemnuus “snureHeTnye-
ckoro jaHamadTa” K. X. Yogmunrrona (Reiner, 1941;
Waddington, 1957) Oblna npemioxeHa 1isk HarIsSIHOTO
OOBSICHEHUSI TIpoliecCOB AUMPdEPEHIIMPOBKU KIIETOK
W3 TOTUTIOTEHTHOT'O COCTOSIHMSI 3UTOTHL. KiieTka B TO-
TUIIOTEHTHOM COCTOSIHMU XapaKTepU3YyeTCsI CIIOCO0-
HOCTBIO 1aTh HaYaJIo LIeJIOMY OPTaHU3MY WU KJIETKe
JIFOOOTO TUIIA 3TOr0 OpraHU3Ma. YOIIWHITOH IPEmjIo-
KWJ1 IPOMJLITIOCTPUPOBATh CyAb0Y KJIETOK TPAeKTOPUSI-

MU JBWXKEHUS I1apOB, CKATHIBAIOIIVXCSI IO YKJIOH TT0
HEPOBHOI1 MECTHOCTH (C XOJIMaMU U oBparamu) (puc. 1).
Ero xoHuenuuu nonpasymMeBaeT orpaHUYEHHbI Ha-
0Op YCTOMUMBBIX MyTEN Pa3BUTUSL KIETOK U 11€JI0CT-
HOTO OpraHu3Ma B paMKaX KOHKPETHOTO FeHOTHUMA.
OpnHako I'€poH ¢ MOMOIIIbIO ITEpeHOCa COMaTUYECKOTO
sapa Xenopus laevis B 3HYKJIeMPOBaHHbBIN aKTUBUPO-
BaHHbBI OOLIMT MOIYYUJT TTOJIOBO3PEBIX B3POCIIBIX JIsI-
TylIeK. DTUM OH IToKa3aJ, 9YTo nuddepeHIIMpoBaB-
IIIYIOCS KJIETKY (CKaTUMBIIMMICS BHU3 IIAPUK) MOXKHO
BEPHYTh B MCXOAHOE cocTostHUe. CTajio IOHSITHO,
YTO COMaTHUUYECKOe SIIPpo, 00Jianasi MOJHBIM HAOOpOM
TE€HOB, TPU Mepecagke B SHYKJIEUPOBAHHBINM OOLIUT
“cOpachIiBacT” 3MUTeHETUYECKUE M TPAHCKPHUITIIM-
OHHBbIE YCTAaHOBKY TepMUHaITbHOU N depeHIInpoB-
KU U BOCCTaHaBJIMBaeT MPOdUb SKCIIPECCUN TOTH-
MOTeHTHOI1 KieTKu (T.e. neauddepeHnupyercs). B xo-
Jle KJIOHUPOBaHUsI coMaThyeckasl KjieTka IpoouTcs, y
Hee aKTUBUpYeTcs 3apoabiieBblii reHoM (Liu et al.,
2018). OnHako Hu3Kast 3pHEKTUBHOCTh KIOHUPOBa-
HUS SIBJISIETCS HEAOCTAaTKOM JaHHOTo MeTona. Kpome
TOTO, OBLJIO MOKAa3aHO, YTO MPOLIECC AEMETHUIOBAHUS
¥ de novo METUJIMPOBAHMS reHOMa KJIOHA (PyHKIINO-
HUpYeT HeCTaOWJILHO 1 BBI3bIBAaeT HapyllIeHUE 3KC-
MPECCUU TEHOB, OTBETCTBEHHBIX 32 HOPMAJILHOE pa3-
Butue (Gao et al., 2018; Wang et al., 2020). HecmoTps
Ha HapyllIeHUs Ha CTaauu 6JIaCTOLIMCThI, MOXHO BbI-
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neanTh KieTknu BKM KIIOHOB M KyJTbTUBHUPOBATh MX
in vitro. U3yyenue BoiaeneHHbIX DCK KJIOHOB ITO3BOJIUT
BBISIBUTD ITPOOJIEMBI C SIIUTEHETUYCCKOM PeryIsiiueil i
HUCIIPABUTh HEAOCTATKU METOIA KJIOHUPOBAHUSI.

HUnoyuyuposanuwvie naropunomenmHuie
CMe0a08ble KAeMKU

OnucaHHbIe Bhile 3kcnepuMeHThl (Gurdon, 1962a;
Wilmut et al., 1997) npuBenu K peBoJIOLIMU B chepe
perporpaMMHUpPOBAHUS 3pEJIOM COMaTUIECKOI KIIeT-
K1 — OTKPBITHUIO BO3MOXHOCTH perporpaMMHUPOBaHYISI
MyTeM aKTUBalu1 (haKTOPOB IUTIOPUIIOTEHTHOCTU. Mc-
cirenoBaTenn Takaxamm 1 SIMaHaka Imoxka3ajii, YTO
SKTONIMYECKAs BKCIIpECCUs YeThIpeX ((DaKTopoB
tpaHckpunuuu Oct4, Sox2, Kif4 u c-Myc (KoTopbie
OBUIM Ha3BaHBI “KOKTeineM SIMaHaku”) mocTaTOYHA
JUIST perporpaMMHpoBaHusI (pUOPOOIACTOB MBI
(Takahashi, Yamanaka, 2006) u ueioBeka (Takahashi
et al., 2007) m3 coMaTU4eCKOro TEpMUHAIBHO I~
¢depeHIMPOBAHHOTO B TUTIOPUITOTEHTHOE COCTOSTHUE
¥ X TpaHCGhOopMallMy B MHAYLIUPOBAHHbBIC TLIIOPU-
noTeHTHBIE cTBOJOBBIe KieTku (MITCK). Omun us
yeThIpex (PakToOpoB, c-Myc, He SIBJISICTCS 00s13aTe/Ib-
HBIM JJISI MHAYKIWW TTIOPUIIOTEHTHOTO COCTOSIHUS,
W 711 peIIporpaMMUPOBAHMS TOCTATOYHO TPEX ApY-
rux. OpHako 3(¢GEeKTUBHOCTL penporpaMMHpOBa-
Hus ¢ Tpems pakTopamu, Oct4, Sox2 u Klf4, ropazno
Hike (Wernig et al., 2008). M3BecTHO, YTO ITOBBI-
IIIEHHBII YPOBEHb 3KCIPECCUU IPOTOOHKOreHa c-Myc
MPUBOIMT K YBEJIMUSHUIO TIpoudepalnu KJIeTokK, Mo-
CKOJIBKY C-MyC y4acTBYET B PEryJIsIIMU KJIETOYHOTO
ukiaa (Seoane et al., 2002). Takum oO6pa3om, B KOK-
teitne SimaHaku daktopsl Klf4 u c-Myc ucrnonb3y-
IOTCSI IJIsi JOCTYDKEHUSI aHTHUAIIOIITOTUYECKOTo 3¢h-
¢dekxTa 1 CHATUS apecTa KjieTouyHoro uukia B G1/S
daze (YectkoB u ap., 2014). Kpome toro, Kif4 ssnsiercs
(haKTOPOM ILTIOPUIIOTEHTHOCTH, KOTOPBIii B COYCTAHNU
¢ EpCAM unnyuupyet ¢opmupoBanue UTTCK n3 am-
OpUOHAJIbHBIX MBIIIMHBIX (pruopodaacToB (Kuan et al.,
2017). YecTKOB € cOaBTOpaMu TPAKTOBaIM BO3ACHCTBIE
9KTOMMNYECKOI 9KCITPECCUU ITUX ABYX (DAKTOPOB Ha pe-
MIPOTrPpaMMMPYEMYIO KJIETKY KaK IIepeBO K HEYCTONYM -
BOMY SIIMTICHETUYECKOMY COCTOSTHUIO (KJIETKA MOTHM-
MaeTcsl Ha BEPIIMHY SITUTeHEeTUYECKOro JlaHamagdTa)
U HeolpeaelieHHoMYy (eHoTuny. Jlajee aKcIpeccus
OCHOBHOTO TPaHCKPUIMIIMOHHOTO (haKTopa ILTIOPHU-
noTeHTHOCcTU Oct4 BMecTe ¢ Sox2 (COCTaBIISIIOLIETO C
Oct4 rereponuMepHbiii Komriuiekc) (Rodda et al.,
2005), ctTuMynupyeTt nepexon KJISTKU B 0oJiee yCTOM-
YUBOE ILUTIOPUIIOTEHTHOE cocTossHue (YecTKoB U np.,
2014).

Ilepeie MTTCK uesoBeka ObUIM MOJYYECHBI TP
MOMOIIM TPAHCIYKIUKN JIEHTUBUPYCHBIMU KOHCTPYK-
msiMu, HecymmMu OCT4, SOX2, KLF4wn c-MYC. Otot
METOJI 00JIalaeT PSIIOM CYIIECTBEHHBIX HEAOCTATKOB.
CrydaiiHasg M HelleJieBas MHTerpalusl BUpyca B re-
HOM COMATUYECKOM KJIETKHM MOXET ITPUBECTU K CABUTY
PaMKM CYUTBIBAHUS U, TAKUM 00pa30M, aKTUBUPOBATh
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JIMOO TIOJABUTDH SKCIIPECCUIO TEHOB XO35IMHA, YTO YBe-
JuuuBaeT puck mytareHesa (Li et al., 2014). C npyroit
CTOPOHEBI, HEIIOJIHOE ITOJaBJICHME TpaHCIeHa I10CTIe
perporpaMMHUpOBaHUs TIpU TTocaenyomein nudade-
PEHIIMPOBKE KJIETOK TaKXe MOXKET CTaTh MPUUYUHOM
paszButus omyxoim (Stadtfeld, Hochedlinger, 2010).
C uensio yBenmueHNsT 3(pPEKTUBHOCTA M OE30ITacCHO-
CTU perporpaMMUPOBaHUs ObLIN MPEIJIOKEHBI HOBbIC
CTpaTerny, BKJIIOYAIOIINME WCIOJIb30BaHUE ITOJIMIIM-
cTpoHHBIX BeKTopoB (Carey et al., 2009), 1u1a3MuIHbBIX
tpaHchekuuii (Stadtfeld et al., 2010; Okita, Yamanaka,
2011), anmeHoBMpYCHBIX BekTopoB (Stadtfeld,
Hochedlinger, 2010) 1 6€3BeKTOpHOII TOCTaBKH pe-
KOMOMHAHTHBIX 0enkoB (Zhou et al., 2009). Otu HO-
BbI€ CIIOCOOBI MHAYKIIUY TUIIOPUIIOTEHTHOTO COCTOSI-
HUS Yy COMaTUYECKUX KJIETOK ITIPOaHAIM3UPOBAHBI BO
MHoTUuX 0030pax (Myukaesa u ap., 2012; Banito, Gil,
2010; Hirschi et al., 2014; Tabar, Studer, 2014; Bartoc-
cetti et al., 2020; Khoo et al., 2020; Liu et al., 2020;
Neavin et al., 2021; Shelby et al., 2022).

MOP®OTEHETUYECKMUE IMPOLIECCHI
OBPA3OBAHMUMA SITMBIIACTA
N TPAHCOOPMALIMA
ITUTIOPUITOTEHTHOCTU IN VIVO

Kak 610 oT™MeudeHOo Bblle, 1uddepeHIIMPOBKY
KJIETOK 3MOpHOHA MJIEKOIIUTAIOIIEro MOXHO Ha-
MISIAHO M300Ppa3uTh C MOMOIIBIO KAPThl 9TTUTEHETU -
yeckoro jJaHamadTa, WUIIOCTPUPYIOLIETro KOHIIET-
muio K.X. Yognunrrona (Waddington, 1952). Totu-
MOTEHTHAas1 KJIETKa MOCTENMEHHO NMPeo0pa3oBbIBAETCS
B TEPMUHAJIbHO IU(PEepeHIMPOBAHHYIO KJIETKY CO
cnenuvduyeckumu cBoiictBamMu. Ha cranuu paHHeit
MODPYJIbl MEXaHO-TEHETUUYECKHE MPOLIECChl TPUBOMAST
K pa3aejieHUIo 0JlacTOMEpPOB Ha TPOoPoOIaCT 1 Maccy
BHYTPEHHUX TUTIOPUIIOTEHTHBIX KJEeTOK. BHyTpeH-
HYE€ KJIETKM KOMITAaKTHOU MOPYJIbl CIIOCOOHBI nuc-
¢depeHUMPOBAThCSI B KJIETKM TpPeX 3apOAbIIIeBbIX
JINCTKOB M BO BHE3apOJbIIIEBbIE KJIETKU KaK TPpOohaK-
tonepmsbl (Okae et al., 2018), Tak m amHmroHa (Shao et al.,
2017). OHU coxpaHSIIOTCSI B paHHEM 3MOpHOTeHe3e
MJIEKOTIUTAIOIIMX A0 3aKJaAKU MEPBUYHO MOJTOCKH.
Takum o6pa3oM, TUIIOPUIIOTEHTHOCTh TUX KJIETOK
OrpaHUYMBAETCSl CBOMCTBAMM U OCOOEHHOCTSIMU,
KOTOpbIe BO3HUKAIOT U MCYE3al0T B XO[Ie SMOpHOTe-
He3a. TpancdhopMaluio MIIOPUNTOTEHTHOCTH in Vivo
MOXHO pa3ae/iuTh HAa 2 OCHOBHBIX 3Tara: IperM-
TUTAHTAlMOHHBIN Y TOCTUMIUIAHTALIMOHHBIN (puc. 2).

B npenMmiaHTalIMOHHBIX OJacToMepax 8-KIeTod-
HOTO 5MOpHOHA MBIIIM 3CKIIpeccupyeTcs E-kanrepuH,
KOTOpPBIIA PaBHOMEPHO pacHpenessieTcsi B UX LIUTO-
wiasMme. @ochopunupoBanue E-kaareprHa nmpuBoauT
K CTPYKTYPUPOBAHUIO KJICTOUHBIX KOHTAKTOB Ha 6a30-
JIaTepajbHOM CTOpPOHE OJIACTOMEPOB M WHULIMUPYET
KoMnakTuzamumo 8 6macromepoB Ha E2.75 (Toyooka,
2020). baactomepbl Ha 3Toit cTaguu oOpasyloT du-
JIONOAVIU, KOTOPbIE (POPMUPYIOT C COCEAHUMM KIIET-
KaMU KOHTaKThl, onocpenoBaHHble E-kamrepuHom.
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Puc. 2. CxeMa, o0o61aromias JaHHBIE O Pa3JIMYHBIX COCTOAHUAX TINTIOPUITOTCHTHOCTHU KJIETOK B paHHEM SMGDHOFGHCSC YqeJo-

BEKa.

Hamnuwme u aktuBHOCTH PAR3-PAR6-aPKC kowm-
meKca B 06jacToMepax B 3TOT MOMEHT OIIpedesIsieT
noJisipu3anuio HapyXHbIXx OnactoMmepoB (Pauken,
Capco, 1999). Hapsiny ¢ acuMMeTpuYHBIM HaCIeI0-
BaHMEM JOYEPHUMU KJIEeTKaMU KepaTUHOB, TTOJISIPU-
3alysl U PACIIOJIOKEHUE KJIETOK B SMOPUOHE SIBJISI-
I0TCSl KJIIOYEBbIMU (haKTOpaMu, oOyclaBIdBaIOIIM -
MU paszfefieHus1 6JacToMepoB Ha TPoIKTOAEpMY U
oynymue xietku BKM omacromuctel. KepaTuHbl s1B-
JISIIOTCSL  €IMHCTBEHHBIMU TIPOMEXKYTOUYHBIMM  (hbrIa-
MEHTaMHM, KOTOPBIE KCIIPECCUPYIOTCS B IIpEeUIUIaHTa-
1moHHOM 3MOpuoHe (Oshima et al., 1983). ITokazaHo,
YTO KJIETOUHAsl cerperaiysi Ha CTaiuu 8 6J1aCTOMEpPOB Y
MJIEKOTTUTAIOLINX ITPOMCXOIMT 3a CUET ACUMMETPUYHO-
TO HacJIeIOBaHUS KEPATUHOB MPU KJIETOYHOM JIeJICHUN
U TaJIbHEMIIIEro MX COXpaHEeHUs B CyOaIllMKaabHOIT 00-
JIACTU JOYEPHUX HAPYKHBIX KJIeToK. KepatuHer 8 u 18

TTOSIBJISIIOTCSI B ETMHUYHBIX BETeTaTUBHBIX OJlacTOMe-
pax cTaguu 8 KJIEeTOK U SIBJISIIOTCS MapKepaMu Tpod-
akToaepmsbl (Lim et al., 2020). ITpu aToMm npeapacno-
JIOXKEHHOCTh K nuddepeHIUPOBKEe B TPOMIKTOALEP-
My U3 BEreTaTUBHOIO OJacToMepa MOSBIISIETCS €Ie
Ha craguu 4 6mactomepoB. KiieTouHoe pa3zHooOpasue
8-KJIETOYHOTO SMOPHOHA OTpeessieTCsI peMOACIUPYIO-
mmM KomruiekcoM xpomatiHa BAF (BAF chromatin-
remodeling complex), KOTOpbIii 9KCIIpeccupyeTcs: Ha
BBICOKOM yYpPOBHE B OIHOM W3 ABYX BEreTaTUBHBIX
O61actomepoB. BbICOKMiIT ypOBEeHb €ro 3KCIpeccuu
COXpaHsIeTCsI B KEPaTUH-TIOJOXUTEIbHBIX OJlacToOMe-
pax Ha craguu 8 6j1actoMmepoB. BHyTpeHHUE O1acTo-
MEpPbI OCTaIOTCS aNoOJIIPHBIMU 10 TEX MOP, TToKa KJie-
TouHbIe KOHTaKThl E-kanrepuH HezaBucuMbl (Korot-
kevich et al., 2017).
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Cuenanvhble nymu, nodoepicusaroujue
NAOPUNOMEHMHOCINb KAeMOK

CurnanbHblii yth FGF4/MAPK niocpenctsom
apdpexkropa ERK1/2 BrizbiBaeT nuddepeHINPOBKY
071aCTOMEPOB BO BHE3aPOIBIIIEBhIE KIIETKH, TPO(PIKTO-
JepMy U TIEpBUYHYIO SHTOnepMY (ruroosact) (Yamana-
ka et al., 2010), a Tak>ke UTrpaeT BaxKHYIO POJIb B CAaMOO0-
HOBJIEHUU Y TIOACP>KaHUU TUTIOPUIIOTEHTHOCTH TOCT-
UMIUIaHTallMOHHOTo 3nubiacta U OnuCK wmblu
(Brons et al., 2007; Mossahebi-Mohammadi et al.,
2020; Tesar et al., 2007). Bruto moka3aHo, yto Ha E3.5
KJIETKM TIPeUMILIaHTAllMOHHOTO 3MuOJacTa MBbIIIU
akcrnipeccupoBanu peuentop FGFRI1, cBs3biBaHue ¢
koTopbiM FGF4 npuBoauio K co3peBaHUIO dMKUOIa-
cra (Kang et al., 2017; Molotkov et al., 2017). FGF2,
n3BecTHBII Kak axktuBaTtop ERKI1/2 m wmHmyKTOp
nuddepeHMpoBKU B 3apoapiiieBbie JIMCTKU (Kunath
et al., 2007), BBI3bIBAET JOJITOCPOYHOE MHTMOUPOBa-
Hue ERK1/2 8 DCK u 6iacTromucre MBIIN IIyTeM
FGF2-unnyuupyeMoii HEKOT€pEHTHOM ITOJIOXH-
TeJIbHOU obpaTHOIi cBs3u (Gharibi et al., 2020), roe
FGF2 nogasisier akTUBHOCTD M 3KCIIPECCUIO Peliell-
Topa THpo3uH kKuHa3bl Ret (Pachnis et al., 1993) u
MPUBOIUT K JI0JATOCpouHOMYy MHTHOUpoBaHuio ERK1/2
(Gharibi et al., 2020). B nranHoMm koHTekcte FGF2
MOBBILIIAET KCIPECCUI0 MapKEepOB HAMBHOCTHU, CY-
npeccupyet de novo JIHK metuntpaHcdepasbl 1 cnio-
cOOCTBYeT TMOIAaBIEHUI0O METUJIMPOBAHUS TeHOMa
(Gharibi et al., 2020). ITpu niepBoii 1 BTOpOii KJI€TOU-
HOI1 cerperanysix B NepurMMJIaHTallMOHHOM 3MOpPUOHE
Mol Mmoayisunst FGF/MAPK/ERK1/2 curnaasHo-
IO ITyTH SIBJISIETCS] YACThIO MPOLIECCOB CO3PEBAHMST IITH -
6J1acTa M COXpaHEeHUSI TUTIOPUIIOTEHTHOCTH.

AKTUBHOCTh KaHOHHMYeckoro WNT/B-catenin
CUTHAJILHOTO TTyTY MPUBOAUT K 0Opa30BaHUIO TTepeli-
He-3aJHell OCU 3apoiblllla MBIIIU, ME30IepMbl U
WHULIMAIUY racTpyiasauuu in vivo (Haegel et al., 1995;
Huelsken et al., 2000; Mohamed et al., 2004). Kpome
TOTO, OHA TIOAJIEPXKMBAET TUTIOPUIIOTEHTHOCTD U ca-
MooOHoBieHne DCK 4yenoBeka W MbBIIIU in Vitro
(Lyashenko et al., 2011; Sato et al., 2003; Sokol, 2011).
M3BecTHO, YTO Ha BCEX CTAaaMsIX Pa3BUTHUS TPEUM-
JIAHTAlIMOHHOTO AMOpPHOHA MBIIIU BCE YYaCTHUKU
kaHoHuyeckoro WNT/B-catenin CMrHaJIBHOTO TyTH
9KCIIPECCUPYIOTCS, HO caM MYyTh OCTaeTCsl HEaKTUB-
HeIM (Harwood et al., 2008). Kanonudeckuii myTh
Whnt3a scKiipeccupyeTcsi Co cTanguu 2-01acTOMEPHO-
ro asmMopuoHa, Wnt4 — co craguu 4/8-61acTOMEPHOTO
ambpuona Mmbiiu (Lloyd et al., 2003), B To Bpemsi Kak
[B-catenin meTeKTUpPYyETCsI, HAYMHAS CO CTAnUM 2 OJ1a-
CTOMEPOB Ha BHYTPEHHEU MOBEPXHOCTU KJIETOYHOM
MmeMmOpanbsl (Mohamed et al., 2004), u y4yacTByeT B
¢dopmMurpoBaHUHU KJIeTOYHBIX KOHTaKkTOB (Kemler, 1993).
AkTuBHBIH (HedochoprpoBaHHbIii) B-catenin Briep-
Bbl€ HAYMHAET HAKATUIMBATLCS B LIMTOIIA3Me €NUHUY -
HBIX KJIETOK 3aIHer0 MOCTUMILJIAHTAIlMOHHOTO 31~
61acrta Ha ctaguu E6.5 pazsutum meim (Mohamed
et al., 2004). DMOPMOH MBIIIK ¢ HOKAyTOM [3-catenin
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pa3BUBACTCS OO CTAAWM TAacTPYyJISIIIMU, U Ha CTaTuM
ES5.5 nabmiomaercst 610K 0Opa3zoBaHUS 3apOJbIlle-
BBIX oceit u oTrcyTcTBUe Me3oaepMbl (Huelsken et al.,
2000).

BepositTHO, B mpeMMIIIaHTAlIMOHHOM Pa3BUTUM
MbIlI WNT 1cnonb3yeT HeKaHOHUYECKUE ITyTH, Ta-
kue kak Wnt/Ca*? (Harwood et al., 2008) u adpdek-
topHbie MosieKyibl CAMK2A/TAK1/NLK, kotopbie
uHTUOUpYyIoT cBsi3biBanue B-catenin-TCF/LEF ¢ JHK
myteM ochopunuposanuss TCF/LEF (Ishitani et al.,
1999, 2003). DTu 1aHHBIC TOBOPSIT O TOM, UTO in Vivo
kaHoHndyeckuit WNT/B-catenin CUTHaJbHBIN TTYTh
He y4acTBYeT B IOAAep>KaHU U IUTIOPUITOTEHTHOCTH 1
caMoo0OHOBIeHNHU Ki1eToK BKM 61acTolucTh U 1e-
pe/NoCT-UMIUIAHTAlIMOHHOTO 311bacTa Mblu. Toroa
OCTaeTcs BOIIPOC, MTOYEMY aKTHUBALMsI KAaHOHMYECKOTO
WNT/B-catenin CUTHaJIBHOTO ITyTH ITOCPEICTBOM CTa-
ounusaruu B-catenin sIBJASIETCS] BaXKHBIM KOMITOHEH-
TOM T1p1 noJrydeHur HauBHBIX [1CK in vitro?

CexkBeHUpOBaHUE EAMHUYHBIX KJIETOK MPEUM-
TUTaHTalMOHHOTo A3MOpuoHa Mbliu (Tang et al., 2010)
I0Ka3aJio, YTO B HUX 3CIIPECCUPOBATINCH KOMIIOHEHTBI
BMP curnansHoro myrtu: jmranasi BMP (BMP4,
BMP®6), petentopst (ALK2, ALK3 (BMPRI1A), ALK6
(BMPR1B)), Smadl/5/8 6enku (Reyes de Mochel
et al., 2015). laHHbIe pe3yJbTaThl TOBOPST 00 aKTUB-
HOCTU 1 yyactu BMP curHanuHra B mpeuMILIaHTA-
LIMOHHOM pa3BUTUM 3MOpuoHa. McciaenoBaHue HO-
KayTa JuTaHmoB U penentopoB BMP mokaszano ux
BaXXHOCTb B FaCTPYJISILIMU, TTOTOMY 4YTO MPU UX HOKay-
Te He obOpasyerca Me3zomepma (Mishina et al., 1995).
Hoxayt BHYTPUKJIETOUHBIX TPaHCAYKTOPOB
(Smad 1/5) npuBOaMII K OCTAHOBKE pa3BUTUSI SMOPHO-
Ha (Arnold et al., 2006). [IperMITTIaHTALIMOHHBIE OJIa-
CTOLIMCTHI MBIIIH, Te(pUILIMTHBIC IO perentopy BMP 1
(BMPrla/ALK3) wnu 2 tuna (BMPRII/BMPR?),
OBLIM HOPMAaJILHOTO pa3Mepa, HO OTJINYaIUCh HU3-
Koii mpomudepaTuBHONM aKTUBHOCTHIO. [Ipm 3TOM
KOJIMYECTBO KJIETOK MOCTUMILJIATHAIIMOHHOTO 31M10-
nacta Ha E7.0 u ux npoiudepaTuBHAasI aKTUBHOCTb
CHUKQJIMCh TI0 CPaBHEHUIO C OUKUM TUIIOM, YTO
O3HayaeT BoBJiedeHHOCTb BMP curHanuHra B npo-
Lecchl KileTouHoii mponudepauun (Mishina et al.,
1995). B roM0O3UroTHBIX Bmpr MyTaHTHBIX 3MOpPHO-
Hax He (opMHUpoOBajach MepBUYHAsS TOJOCKA. DTO
MPUBOIMIIO K OTCYTCTBUIO ME30AEPMEI, OIHAKO
KJIETKM 3ITMOacTa B KYJBTYPE COXPAHSIA CITOCO0-
HOCTh AuddepeHIIMpoBaTLCS B Me30JdepMabHble
npousBonHble (Mishina et al., 1995). AKTUBHOCTb
curHanbHOTO Iyt BMP HaGromaeTcst Bo Bcex KieT-
Kax, HauMHas ¢ 4-6;J1aCTOMEPHOTO SMOPUOHA MBbIIIIH,
OQHAKO OHAa IPOCTPAHCTBEHHO OrpaHWYMBACTCS Ha
CTaauy MO3MHE 0JacCTOLUCTHI C HAKOIUIEHEM Hau-
OosibllIero KoanyecTBa (GocopuInpoBaHHBIX Oe-
koB Smadl/5/8 B kimerkax BKM (Reyes de Mochel
et al., 2015). Ilpu atom MPHK Bmp4 o6HapyxuBanach
HWCKJTIOYMTETbHO B KileTkax BKM 6nacromucte (Cou-
couvanis, Martin, 1999). B pesynbrare accumerpuu-
HOTO JejleHus 8 GracToMepoB Ha 16 HapyXHBIE U
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BHYTpeHHUE OJIaCTOMEPHI SKCIIpeccupoBaiu Bmprla,
B TO BpeMsI KaK TOJbKO BHYTPEHHHE OJIACTOMEPHI
aKCIIpeccupoBanu Bmp4 v Bmp 7, NIpORYyKTbl KOTOPBIX
SIBJISIIOTCS MUIIIEHBIO U151 TaHHOTO pelenTopa (Gra-
ham et al., 2014). IuddepeHumaibHass 3KCIIPECCUs
Bmpr2 Ha cragumn 16 61actoMepoB HaOIIOAAIach B
HapyXHbIx Ki1eTKax (Graham et al., 2014). Jlo303aBu-
cuMag peakiuus Ha Noggin B 16-61aCTOMEPHOM M-
OpHoOHe MBIIIY TToKa3aja, YTo MPU MPOAOJIKUTETb-
HOM KYyJIbTUBUPOBAHUU in Vitro CHUXAETCSl KoJnve-
CTBO KJIETOK TIEpPBUYHOI SHTOIEPMBI (THUITO0OaCcTA)
(Graham et al., 2014). C apyroii CTOpoHbI, HOKIayH
Bmp4 v Bmp7 B 2-061acTOMEpHOM 3MOPHOHE MBI
MPUBOAWJ K 3HAUUTEJIbHOMY CHUXXEHHWIO KOJIMYECTBA
KJIETOK TPO(IKTOAEPMbI U MEPBUUYHON SHTOIEPMBI
onacrouuctel Ha E3,5 (Graham et al., 2014). Okaza-
JIOCh, YTO CHUKEHHE KOJIUYECTBA BHE3APObIILIEBbIX
KJIETOK ObUIO CBSI3aHO C YIJIMHEHUEM KJIETOYHOTO
OUKJIa TP MHTUOMpPOBAHNM aHTaroHncramMmu BMP,
takuMmu Kak Noggin (Reyes de Mochel et al., 2015) u
Dorsomorphin (Graham et al., 2014). PaboTbI 110 1H-
rnonpoBannio BMP curmanmHra mokasaim, 9To mMa-
J1ast MmoJjiekysa aHtaroHucT BMP LND193189 zamenisi-
et apobyieHne 61actomepos. [1pu 3Kcno3uLKMK LEeJ10-
ro amopmoHa ¢ antaronnctoM BMP Noggin v npn
9KCIIPECCUN TOMUHAHTHOTO HETaTUBHOTO PELEITO-
pa BMPR1a/ALK3 cHUXaeTcsl CKOPOCTh KJIETOYHO
npojudepanny, Ho TMOeIb KJIETOK He HaOII0maeTCs
(Reyes de Mochel et al., 2015). ToTunmoTeHTHBIH CTa-
Tyc DCK MBIIIU B KyJbTYpPE ObLT MTOJyUeH MyTEM aK-
TUBALIMU curHasibHOTO MyTu BMP4 yepe3 Smadl/5u
unruoupoanuss FGF, WNT, TGF-b (Meharwade
et al., 2022). U3BecTHO, uTO KyabTypa DCK rerepo-
rexHHa (Hayashi et al., 2008; Toyooka et al., 2008), co-
OTBETCTBEHHO, OBLJIO TTOKAa3aHO, YTO MapKep TOTUIIO-
teHTHOCTU MERVL 3kcnipeccupoBaiicsi B ETUHUYIHBIX
kinetkax (Meharwade et al., 2022). Maoykumsa 9CK
MBI pOCTOBBIM (pakTopoM BMP4 He ToJibKO yBe-
JIMYMBaJia MPOLIEHT TOTUMOTEHTHBIX KJIETOK, HO U
yCHIMBajda aKTUBHOCTb cuUTHajbHBIX myteii FGEF,
WNT, TGF-b (Meharwade et al., 2022), KoTOpbIE BO-
BJIEUEHbl B HaMpaBJIECHUM Pa3UYHBIX COCTOSIHUI
TUTIOPUTIOTEHTHOCTU M JeTepMUHALIMIO TIpoliecca
pa3BuTUs (KJIeTOUHON nudhEepeHIIMPOBKM).

Cospesanue snubracma molulu.
Pazauunvie cocmosnus naropunomenmuocmu
KAemok snubnacma

B npeuMnaHTaliMoHHOI OJACTOLIMCTE Y MJIEKO-
nuTarux kjaeTku BKM onpenensior Kak HauBHbIS
I[ICK. Eme no MMImuiaHTauuy W3 HUX OOpasyeTcs
3IMMUOIACT, KOTOPBIN C pa3sBUTHEM ITpUOOpETaeT pas3-
JIMYHBIE COCTOSTHUSI TTIOPUMIOTEHTHOCTU M COXPaHSsI-
€T CTaTyC IUIIOPUIIOTEHTHOCTH OO0 (hOopMHpPOBaHUSI
MEPBUYHON MOJOCKU. BhIIensior Tpu TMna Iuiopu-
MOTEHTHOTO 3MNubJIacTa: pO3eTKOIIOA00HbIN, (hopMa-
TUBHBIN U NpaliMupoBaHHbIN (TopaeeB u np., 2021)
(puc. 2). AHaJIOrMYHbIE COCTOSIHUS TUTIOPUITOTEHT-
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Hoctu I1CK 6bnutn mmosryyeHsl B Kyiabrype (Kinoshita
et al., 2021; Neagu et al., 2020). Po3zeTkonogo0OHbIi1
3MUOJACT MOSBISIETCS B MOMEHT UMIIIaHTaluu. [1pu
9TOM 3MUTeHETUYECKUIA TTaTTEPH KJIETOK amnubiiacta
repecTpanBaeTcsl B CTOPOHY OOJIbIIIEe BOCIPUUMYM -
BOCTHU K cuUTHajlaM nuddepeHIpoBKU Yepe3 (op-
MaTUBHOE cocTosiHue. B utore o6pasytorcs npaiimu-
poBaHHbIE KJeTKu. [Ipu uMnnanTtauuu (Ha CTaauu
E4.9) ann6Gnact MbliM TpUoOpeTaeT po3eTKONoa00-
Hy10 ¢dopmy, 1 Ha ctragnu E5.1 mHUOIMUpyeTCs JIo-
MUHOTeHe3, B pe3yjbTare KOTOporo (opMmupyercs
npoaMHuoTudeckas: mnoaoctb (Christodoulou et al.,
2018; Neagu et al., 2020).

WNupiMu cioBamu, MopdoreHeTMdyeckass TpaHC-
¢dopmaiyst TOCTUMILIAHTALIMUOHHOTO 3MOPHUOHA MbI-
mu (ES5.5) (Bedzhov, Zernicka-Goetz, 2014), koTo-
pas cBsgI3aHa ¢ yTpaTtoif HamBHOCTH KiieTkamMmu BKM B
nepuon nepunmniaantauuu (E4.5—E4.75) (Shahbazi
et al., 2017), ocy1recTBasieTcs 3a CYET MOJISIpU3aALAN
kiteTok anubiacra (Bedzhov, Zernicka-Goetz, 2014;
Mol¢ et al., 2021) u momuHoreHe3a (Christodoulou
et al., 2018).

Pozerkorono6Hass ¢hopma 31mmbIacTa MBIIIM Ha
cragum E4.5 cBsI3aHa ¢ 3KcIpeccueil OCHOBHOTO Jia-
MUHHMHA 0a3ajbHOI MeMOpaHbl, KOTOPBI CUHTE31-
pyeTcs KieTKaMU TPO(MDIKTOAEPMEL 1 IIEPBUYHOM H-
ToAepMBI (TUITO01aCcTa) BOKPYT 3apOABIIIeBOM TKAH!
(Wallingford et al., 2013; Bedzhov, Zernicka-Goetz,
2014; Murray, Edgar, 2000). KynstusupoBanue BKIM
MBIIIM, MUKPOXUPYPIrUUECKU BBIASJICHHON Ha cTa-
nuu E3.5, B HUIlIe MaTpUIesIsl B Ka4eCTBE BHEKJIETOU -
HOro MaTpMKcCa MoKa3ajlo, YTO HaJImdne 0a3aibHOI
MEMOpaHbI TOCTAaTOYHO IJIS IMOJISIpU3allii U CO3pe-
BaHUS KJIETOK 3MnubjacTa U popMUpOBaHUS TIpoaM-
Huotn4deckoit monoctu (Bedzhov, Zernicka-Goetz,
2014; Mol¢ et al., 2021). BaxkHBIM y9aCTHUKOM peopra-
HU3alMM 30U0J1acTa B PO3ETKOMOAOOHYIO CTPYKTYpPY
SIBJISIETCSI OKCIIPECCUPYEMBIil KJIeTKaMU 3MKU0IacTa B
obnactu 6a3anbHOM MeMOpaHHbI peuenTop Bl-uHTe-
TPUH, KOTOPbIA aKTUBUPYET ITOJISIPU3ALINIO KJIETOK U
momuHoreHe3 Ha ctanguu E4.75 (Bedzhov, Zernicka-
Goetz, 2014). B ero orcyTcTBUE TOJISIpU3aLs KIETOK
snmbiacta He npoucxoguT (Mole et al., 2021). Pe-
nenrop Bl-mHTErprMH, KpoMe TOro, CIOCOOCTBYET
MOBBIIIEHUIO XKN3HECITIOCOOHOCTHU KJIETOK AIIM0J1acTa
mbiu (Mole et al., 2021). JJi1st mTojisipu3aliy KJIETOK
smmbjIacTa TakXke HEOoOXOIMMO B3anMMOJeiiCTBHIE
E-xanrepuna n F-akTiHa 1 cokparmieHre aKTOMUO31-
Ha, TTIOACTUJIAIONIETO areKChl KaeTok. [Ipolecc mosi-
pu3aluuy MHUOUUpyercs B 12—13 kieTkax mepuum-
IUIAaHTAlIMOHHOIO 3M1ubjacTa, 3KCIPECCUPYIOIINX
aPKC (arunnyHas nnpotenH KuHasa C), U CTpyKTypa
po3eTKn (opMHpPYETCs 3a CUYET MeJIeHUs 3THUX KIIETOK
(Bedzhov, Zernicka-Goetz, 2014).

IIpu KyAbTUBUPOBAHUM OJIACTOIUCTHI MBI Ha
cranuu E4.5 B ycnoBusIX momnep:KaHUsT HAUBHOCTU
BOCK (2iLIF), B k1eTkax anubiiacta cCoXpaHsjiach ak-
TUBHOCTB Oenika Nanog (Shahbazi et al., 2017). Ero
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aKTUBHOCTD MOAABISIETCS IIPU MOP(POreHETMIECKOM
TpaHchopMaluu (Moaspu3alii KJIEeTOK 3IuobjacTa
U JIIOMUHOTeHe3e) in vivo. [1pr 3ToM B TaHHBIX YCJIOBU-
SIXMHTUOMpoBaach aKcrpeccus oenka Podx1 (Shahba-
zi et al., 2017), KOTOpBIif B €CTECTBEHHBIX YCITOBUSIX
JIOKaJIM3yeTcsl B KJIeTKax 3IMOJIacTa allMKaJabHO U
CEKpeTUPYEeTCs mpy OoOpa30oBaHUM JIIOMEHA — Oymoy-
et mpoaMHUoTHYecKoi mojoctu (Bedzhov, Zer-
nicka-Goetz, 2014). B akcnieprMeHTax Mo KyJbTUBU-
poBanmio DCK murm B yenosuax 2iLIF n 3D ¢ mar-
purenemM, KJIeTKHU 3KcnpeccupoBaiu Nanog n Rexl,
po3eTKonogo0Hasi CTpyKTypa 3IMOJIacTa COXpaHsI-
JIach, HOHE (DOPMUPOBAJICS JTIOMEH, B TO BpeMsI KaK B
OTCYTCTBHE MHTMOUTOPOB OH 0O0pa3oBbiBajics (Shahba-
zi et al., 2017). Takum obpazom, mist HGOPMUPOBAHUS
PO3eTKOIIOA0OHOI0 3MMbJIacTa M1 MOP(MPOreHETUIECKOM
nepecTpoiiki B kiaeTkax BKM nomkHa TmomaBiasThes
aKcrpeccust Nanog, 1 OHU AOJKHBI yTpauuBaTh HaUB-
HO€ COCTOSIHME TUTIOPUIIOTEHTOCTH.

Xotsa DCK mpIm, KyJIbTUBAPYEMBIE B YCIIOBUSIX
3D c maTpuresiem, aKcripeccupytoT Otx2 u GopMUpyIOT
PO3ETKY 1 JIIOMEH, OHM Bceraa o0pa3yioT chepou, TO-
Ia KaK B MHTAaKTHBIX SMOPUOHAX MBI 3apOIbIIIeBast
TKaHb MPUHUMAET KyrojiooopasHyio ¢dopmy (Weber-
ling, Zernicka-Goetz, 2021). /IeJio B TOM, YTO Ha CTaguU
ES5.5 monsipHbIe KITeTKY TpO(hIKTOIEPMEI “3aCTaBISTIOT”
PO3ETKONMOAOOHBIN 3MUOIACT MPUHSTH KYMOJ000-
pa3Hylo GOopMy HOCPEACTBOM MEXaHUYECKOTO BO3-
nerictBus (Weberling, Zernicka-Goetz, 2021). B atoT
MOMEHT KJIETKM 3MurbjacTa pruoopeTaloT ¢hopMaTHB-
HOE COCTOSTHME TUTIoOpUIIoTeHTHOCTH (Smith, 2017).

Ha craguu E5.5 y sM0puroHa Mblly Harnboiee NH-
TEepECHbIE COOBITUS TIPOUCXOASAT Ha TPaHULIE 3aPOJIbl-
1IIEBOT'O 2MMOIacTa ¥ BHE3apOAbIIEeBOit KTOAepMbI. B
3TOM PErMoHe annKoba3aibHasl OCh MOJISIPHOCTU ITTH -
O7acTa MEHSIET OpMEHTAlIMIO C MNapajlylIeIbHOW Ha
MEePIEeHANKYISIPHYIO OTHOCHUTEIBHO MPOKCUMOIM-
CTaJIbHOI ocU 3MOpUOHA. DTO MMPUBOIUT K YIJTUHE-
HUIO TIOJIOCTU 3MUOIacTa B CTOPOHY BHE3apoabIlIe-
BOM 3kTOnepMbl Ha ctanusx E5.5—ES5.75. Hakonelr,
Ha ctanuu E5.75 mponcxonut oobeauHEHNE ABYX ITO-
JIoOCTeld — MOJIOCTU 3MuUbJacTa U MOJOCTU BHE3APO-
JIBIIIEBOI 9KTOAEPMbI — U 0Opa3oBaHUE TIPOAMHUO-
tyeckoii monoctu (Christodoulou et al., 2018). Ha
KJIETOYHOM YPOBHE OCHOBHBIM MEXaHU3MOM 3TOTO
MopdoreHe3a SBISIETCS WHTEPKAISIIUS KIETOK
(Christodoulou et al., 2018).

OnubaacT MblIlIM, MUKPOXWPYPTUYECKMU Bblle-
JeHHbI Ha ctanuu ES5.5, kynstuBnpoBanu Ha ¢puod-
poHeKkTuHe B ycioBusx ctumysisiiiuu FGF2 u Nodal
(Activin A) n uarnoupoBanusd WNT cUTHaJIBHBIX ITy-
teit (Kinoshita et al., 2021; Wang et al., 2021). B naHHBIX
YCJIOBUSIX €T0 KJIeTKU 3kcrpeccupoBam Otx2, Oct4,
Sox2, a Taxke Ha HU3KOM ypoBHe Nanog (Kinoshita
et al., 2021; Wang et al., 2021). bsuto oTMeYeHO, YTO
DHXaHCEpHasi aKTUBHOCTb MEHSIJIaCh — OHa Iepexo-
Jijia ¢ JucTaibHOro sHxaHcepa Oct4, KOTopbiit pabo-
TaJl y HAMBHBIX KJIETOK 3M101acTa, Ha MPOKCUMAIbHBI

OHTOTEHE3 Ne 5

TOM 54 2023

(Wang et al., 2021). ABHBIMU XapaKTepPUCTUKAMU ITUX
KJIETOK OBbLIM MHAKTUBALIUS OAHON X XPOMOCOMBI,
CXOXECTh TPAaHCKPUITOMHOIO MPOMUIIS C TAKOBBIM
KJeTok anubnacta Ha E5.5—6.5, aktuBauusg de novo
MeTWIMpoBaHus, akcnpeccust Fgf5 (Wangetal., 2021) u
crnocobHocTh opmupoBarh xuMmephl (Kinoshita et al.,
2021). ITomyyeHHass TaAKMUM 00pa30M YCTOMIMNBAS JIN -
HUS in vifro OblIa oIpelejieHa Kak (popMaTHUBHEIE
I1CK 1, COOTBETCTBEHHO, €€ aHAJIOIOM M ViVo SIBIISI-
JOTCS KJIETKM (OpMATHMBHOIO 3MUOJIacTa HA CTaguM
E5.5. Hdannble kierku Ha ctaguu ES5.75 oGnamaior
cpoiictBoM muddeperumpoBathes B [TITK (Hoogland,
Marks, 2021; Kinoshita et al., 2021; Kinoshita, Smith,
2018; Yeh et al., 2021), xkoTopksle in vivo Ha CTaguu
E6.25 3aknagpiBaloTCcs Ha TOpCAIbHOM CTOPOHE 3M-
OpMOHAa MBIIIIN HaJ ITPUJIETAIoNIeii BHE3apOIBIIIIEBOM
akTonepmoit (Tanaka et al., 2005; Kurimoto et al.,
2008; Saitou, Yamaji, 2012; A6abieB u ap., 2019). Bei-
JIO TOoKa3aHo, YTO HallpaBJieHHasT TuddepeHINPOB-
ka UIICK yenoBeka co cBoiicTBaMu (hopMaTUBHBIX
I1CK, 3kcrpeccupyomnx MapKephbl IIOCTUMILIAaHTA-
nrnoHHoro ammbnacta OTX2 n SOX11, B ITITIK-110-
JMOOHBIC KJIETKU TMPUBEJa K MOSIBJISHUIO Cpead HUX
BBICOKOTO TipouieHTa SSEA1Y kiretok (Abdyyev et al.,
2020). Bricokmii Beixon ITITK-mogoOHBIX KIIETOK B
9TOI paboTe CoIIacyeTcsl ¢ pe3yabTaTaMU UCCIeI0-
BaHMsa KwuHoIIMTa M COaBTOPOB, B KOTOPOM OHU
muddeperumpoBanu popmatuBHbie [ICK B TTTTK-
nmono0OHbIe KIIeTKA 1 ucnoib3oBaaud SSEAL1 u CD61
kak noBepxHocTHbIe Mapkephl ITITK (Kinoshita et al.,
2021).

ArmobJIacT mperacTpyJabl MBIIIIM Ha ctamun E5.25—
E6.5 npereprnieBaeT NOCTENEHHYIO TpaHCHOPMALIMIO
cocrosiHuit mmopumnoTteHTHOCTH (Cheng et al., 2019)
Cc 00pa3oBaHUEM BUCLEPAIBHONH SHTOAEPMBI U MO-
clieqylolleii 3aKjIaaKoi rnepenHe-3aaHeit ocu SMOpU-
oHa (Tam et al., 2006). BucuepanbHast 3HTOOEpPMA
3aJHEro KoHIIa TeJjia ’KcrnpeccuyeT Wnt3 Ha cragum
ES5.5 u uHaynmpyeT pa3aeieHue KJIeTOK 3aaHeil ya-
ctu snubnacra (Rivera-Pérez, Magnuson, 2005) Ha
cyornonyJasiuu, ofHa U3 KOTOPBIX DKIICIIEPCCUPYET
ToJbKo Wht3 (HaunHast co cranuu E5.25), a npyrast —
Wht3 B coBokynHocTu ¢ Brachyury T (Cheng et al.,
2019). TlepemHsist BucliepajbHasE HTOAEPMa 3KC-
npeccupyet aHtoroHuctsl Nodal (Cerl u Lefty) (Ya-
mamoto et al., 2004), WNT (Dkk 1) u TGFp (Shisa2)
(Cheng et al., 2019), uHrMOUpysI CUTHAIbHBIE MMYTU
3agHero koHua teaa (Nodal, WNT u BMP) B niepen-
HeM anubyiacTe, B KOTOPOM 3KCIIpeccupyercsl “reH
rnopurioreHTHocTu” Dppa4. VIdyyeHue nmaTTepHOB
9KCIIPECCUU JIMTAHIOB U PelIeNTOPOB BMOPHUOHA MbI-
111U MTOKa3aJ10, YTO SKITPEeCCUpPYIoIIUecs YHUKaIbHbIE
JIMTaHObl 00JacTel BUCIECPATBHOM DHTOAEPMBI COOT-
BETCTBYIOT pelieNTOpaM MPUJIETaoIIX K HUM KJlacTe-
poB armbnacta (TepenHeii, TpaH3UTOPHOM, 3aIHE Yya-
creit sanmobsacTa). AHAIN3 X B3aMMOJICHCTBUIN BBISIBUIT
19 map JuraHa-peuenTop nepeaHeil BUCLEpaTbHOMN
9HTOJEPMBI U TiepenHero anubiaacra u 24 — 3aaHeit
BUCLIEPAILHOM 9HTOIEPMBI U 3T1IMOJIacTa — C pa3any-
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HBIMW KOMOWHALIUSIMU T1ap JIMTAHIOB U PELIENITOPOB
MEXIY COOTBETCTBYIOIIMMU KJIETOYHBIMU KJlacTepaMu
(Cheng et al., 2019). Takum o6pa3om, 3MOJIACT pasie-
JIIeTCs Ha KJIIETOYHBIE KJIacTePhl, ITPU 3TOM (DopMaTUB-
HOE COCTOSITHME TUTIOPMIIOTEHTHOCTH “cMeniaercsi”’ B
MepeaHre KJIIETKY 31TM0J1acTa, a KJIETKY 3aTHETO 3111~
61acTta IIpuobpeTaloT MpaiiMUPOBAHHOE COCTOSTHUE,
omnpenensoleecs akcrnpeccueit Dnmt3a, Utf1 u Oct4
(Cheng et al., 2019).

Co3spesanue snubracma uenosexd.
Poszemionoodusiit snubnacm

Oxazajioch, YTO y yejoBeKa (PeHOTUNUYECKOE
paslejieHue KJIeTOK BITMbjacTa U rumnodiaacTta M-
OpvoOHa TIPOMCXOAMUT TO3Xe, yeM y Mbimu (Deg-
lincerti et al., 2016). Tem He MeHee yXe Ha 6 CyTKU
pa3BUTUSI TPAHCKPUIITOMHBIN MPODUIL 3TUX KJle-
TOK oOT4YeTiuBO cerperupyercsa (Blakeley et al.,
2015). Ha manHO#1 cTanuy B YCIIOBUSIX NCKYCCTBEH-
HOI MMILUIAHTAlMM OBLIM BBISIBJIEHBI KJIeTKU BKM
(Mpe3yMOTUBHbIE KJIETKU 3MUOIacTa), SKCIPECCU-
pytorme OCT4+/NANOG+/GATA6—, tunobiacta,
skcrpeccupytomue OCT4+/GATA6+/NANOG—,
U TpodaKTOAEepMBbI, 3KcIpeccupyommne CDX2+/
GATA3+. Ilpn stom BKM 6macToumcTel yeaoBeKa
COCTOUT M3 ABYX TUITOB KJIETOK, PACIIOJIOKEHHBIX He-
yropsimoueHHBIM o6pa3om (Deglincerti et al., 2016).
Ha 7 cytkn pa3BuTHs NOJISIPHBIC KIIETKU TPOPIKTO-
JIepMBbI IPUOOPETAIOT CIIOCOOHOCTh CBSI3BIBATHLCS C
cybctpartoMm, 1 hopMa SMOPUOHA CTAHOBUTCS BBITSIHY-
Toii. Ha 8 cyTku nmpoucxonut BblIEIEHUE YETKUX KIle-
TOYHBIX TUIOB, TaknXx Kak OCT4+/GATA6— kieTku
smubiacta 1 OCT4-/GATA6+ kineTku rumobiacTa
(Deglincerti et al., 2016).

Ha 7.5 cyTku pa3BuBaeTCs 3apOoAbllleBblii OUCK,
COCTOSIIIIMI U3 KOJTOOBUIHBIX SMUTETUATbHBIX KJie-
TOK 2nubJIacTa U KJIETOK aMHUOHA, MEXIY KOTOPbI-
Mu popmupyercs meiab (Hertig et al., 1956); Takke
MPOMCXOAUT JalibHeiilliee ¢opMUpoOBaHUE TPoaM-
HUOTUYECKOU mnojocTu. MIMeloTcsl naHHbIE O TOM,
yTo Ha 6—7 cyTku pa3Butust GATA6— KJIeTKH 31O~
nacta skcrnpeccupoBand KLF17, a Mmapkep JIOMMHO-
reHe3a PODXL, xapakrepHbiii 1ist 9—10 cyTok, oT-
cytctBoBall (Shahbazi et al., 2017). I1pu KyJ1bTUBUpPOBa-
HUM B ycJIoBUsIX nonaepxkanus HauBHbIX DCK 5iLAF
(Theunissen et al., 2014) a5MOpH1OHEBI YeTOBEKA HE 00-
Pa30BBIBAJIU TTOJIOCTh W MPOIOJIKAIU IKCIPECCUPO-
Bath KLF17, NANOG u mapkep HanBHOocTH CD130
(Shahbazi et al., 2017). UmuTtauus JiOMUHOTEHE3a
in vitro TI0Ka3aJjia, 4To yciaoBust HauBHocTu st DCK
yesioBeKa MpernsITCTBYIOT 00pa3oBaHUIO JIIOMEHa, TOTna
KaK pa3BUTHE MUIIOPUTIOTEHTHOCTU B CTOPOHY MpanMu-
POBAaHHOCTU CIIOCOOCTBYET OOpa30BAHUIO PO3ETKU
(Shahbazi et al., 2017) u momuHoreHe3y (Shahbaziet al.,
2016; Taniguchi et al., 2015). UccinenoBaHue Ya0epauHr
u 3epHuKa-I €13 MpoIeMOHCTPUPOBAJIO, UTO MOJSIPHbIC
KJIETKU TPO(IKTOAEPMbl TEHEPUPYIOT MEXaHUYECKYIO
CUJTY, KOTOpasl pacTsIrMBaeT KJIETKU 3MUbIacTa u cno-

ABJIBIEB u np.

CcOOCTByeT 00pa30BaHUIO IMCKOMAAIHLHON (POpMBI
aMbpuoHa uyenoBeka (Weberling, Zernicka-Goetz,
2021). Cuna pacTsixkeHus sSIBJISIETCSI OCHOBHOI JBU-
KyLIel cuiioit fTaHHOTro MopdoreHes3a, 4YTo JO0Ka3aHO
SKCIIEPUMEHTAJIBHO: TIPUJIOXKEHWE aHAJIOTUYHOM CHITBI
K SMOPHOHY MBIIIIU in Vitro TIPUBOIUT K (popMuUpoBa-
HUIO TMUCKOUJATBHOTO 3apo/ibliiia, a He KyIoj1000pas-
Horo (Weberling, Zernicka-Goetz, 2021). Ha ocHoBe
pe3yJIbTaTOB JJaHHOI paboThl ObUIO BHITIOJIHEHO Mare-
MaTUYeCcKOe MOJEIMPOBAHUE, KOTOPOE MOKa3alo BO3-
MOKHOCTb (DOPMUPOBAHUST PO3ETKOIMOAOOHOIO 3Mub-
Jnactay desioBeka (Dokmegang, 2022). TakumM oOpa3omMm,
MOXHO CJIeaTh BbIBO, UTO B IEPUUMILIAHTALIMOHHOM
riepuoze (6—7 cyTkn) MOpHOreHeTUYECKHE MPOLIECCH
opraHusyot kiieTku BKM 4yenoBeka B IMCKOMAATBHYIO
CTPYKTYpy 3nubiacTa. B pe3yiabTare 3Toro KJIeTku a1m-
GJ1acTa MoJSIpU3yI0TCs U, BEPOSITHO, HA KOPOTKOE Bpe-
Ms1 00pa3yloT pO3ETKOMOI0OHYIO CTPYKTYDY.

IIpoiiecc nOMHHOTeHe3a B Xojae oOpa3oBaHUS
MPOAMHUOTUYECKON MOJIOCTA COMPOBOXIAETCS Te-
pexonom HauBHbIX ITCK yenoBeka B mpaiitMupoBaH-
Hoe coctossHue (Schindler et al., 2021) u mopdoioru-
YyecKoil moigpu3anneit kiaetok smmoiacta u [TCK
(Shahbazi et al., 2016). Ha 7.5 cyTku pa3BUTHS 3M-
OpuroOHa 4yeIoBeKa HabmonaeTcs 00pa3oBaHUE JTIOME-
Ha, a Ha 8 — mnddepeHIIMPOBKA TIITOCKUX SITUTEITN-
aJIbHBIX KJIeTOK aMHuoHa (Shao et al., 2017). Ha
10 cyTkM pa3BUTHSI SMOPUOHA YeoBeKa B YCIOBUSIX
MCKYCCTBEHHO MMIIJIaHTalluM oOpa3yeTcsl MpoaM-
HUoTuYeckass mnosioctb, a OCT4-nonoxuTelIbHbIe
KJIETKU 3IH0JIacTa HAaUMHAIOT 3KcnpeccupoBath CD24
(Deglincerti et al., 2016), KOTOpHIil AeMapKUpPYeT
npaiiMrupoBaHHbIe KJIeTKU anuobaacta u DCK ygeno-
Beka 1 Mbimu (Shakiba et al., 2015).

3AKJIFTOYEHHME

HecMmoTtpst Ha TO, 4TO U3y4YeHUE ITIOPUIIOTEHTHO-
CTM HayvaJloch ellle B cepearHe XX BeKa, YUYeHBIE
CMOTJIM BIUIOTHYIO TTOAOMTH K TIOJIYYEHUIO U XapaK-
tepuctrke ITCK MBIIIM 1 4eToBeKa TOJILKO B KOHIIE
nporuroro crojetust. CoBceM HeAaBHO ObLTA OTKPBITBI
U OMMCAaHbI OCHOBHBIC (PaKTOPBI, KOTOPHIE BIUSIIOT Ha
noaaepxXXaHue U TpaHchOopMalrio IUTIOPUITOTEHTHOCTH
Yy MJIEKOTIMTAIONINX. 3a CYET 3TOTO yIaJIOoCh HAYaTh
paboThl MO PEeNpPOTPaAaMMUPOBAHUIO COMATUYECKUX
IuddepeHIMPOBAaHHBIX KJIETOK, a TaKXKe BBISIBUTH
OCHOBHBIE 4epTHI U cBoiicTBa I1CK, mosyaeHHBIX Ha
pa3HBIX CTAIUIX d3MOpuoreHe3a. JJaHHBIN TIPOPHIB B
U3YYEeHUHU CBSI3U MEXIY MOP(GOreHETUISCKIMU ITPO-
HeccaMu U guddepeHIIUPOBKOM KIETOK B PaHHEM
SMOpUOTEeHEe3e¢ MBIIIM U YeI0BeKa CTajl BO3MOXKEH
Garogapsi MOSIBJICHUIO METOIOB BEIACICHMS U KyJIb-
tuBnpoBanus [1CK.

ODHVUM W3 BaXHBIX OTKPBLITUI CTalo ydacTue
BMP4 xak xmoyeBoro MmopgoreHa B TpaHchopMaliim
TOTUITIOTEHTHOIO OJjlacToMepa U CMEHE COCTOSIHUIA
TUTIOPUITIOTEHTHOCTH B pa3BuThu. Ero BosneiicTBre Ha
DCK MbIIIM B KyJIBTYpE YBEJIMIMBAET MMPOLIEHT TOTH -
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MOTEHTHBIX KJIETOK M CTAOMIM3UPYET TOTUIIOTEHTHBIN
CTaTyc IIPU YCJIOBMY MHTMOMPOBAHMSI aKTUBHOCTU CUT-
HambHbIX Tiyteit FGF, WNT, TGFp. AktuBarus repe-
YMCJICHHBIX CUTHAJIBHBIX ITyTeH IIPUBOAUT K 00paTHOMY
pe3ybTaTy — Pa3BUTUIO COCTOSIHUIA TUTIOPUIIOTEHTHO-
CTH U cO3peBaHuIo 31moiiacta. CoOTBETCTBEHHO, MOX-
HO CIIeJIaTh BBIBOM, YTO aKTMBHOCTH BMP curHanmnra
MPUBOIUT K yTpaTe TOTUIIOTEHTHOCTU U IIPUOOpETe-
HUIO 6J1acTOMEpaMU IIIOPUIIOTEHTHOTO KJIETOYHOTIO
craTyca ¢ IOCJIEAYIOIIMM YCWICHUEM aKTUBHOCTU
curHanbHbix nyteit FGF, WNT, TGFf. Hecmotpst
Ha To, 4TO in vivo Wht3a sKcIipeccupyercst y SMOpuro-
Ha MBIIIN Ha CTaguu 2 0JIaCTOMEPOB, KAHOHMYECKUI
WNT curHajabHBIM MyTh OCTAeTCsI HEAKTUBHBIM 10
¢dopMHpOBaHMsI OCHOBHBIX OCeii 9MOproHa. OQHaKO B
KyJIbType, 6e3 akTuBaimy KaHoHudeckoro WNT/B-
catenin CUrHaJIbHOTO ITyTH, YAEp>KaTh HAMBHOE TLIIO-
PUIOTEHTHOE COCTOSTHUE U camooOHoBIeHne DCK
MBIIIM 1 4eaoBeKa HeBo3MoxHO. FGF2 BricTymaer
MOJOXKUTEbHBIM PETYISITOPOM HAMBHOCTU B KJIET-
kax BKM, He naBas [1CK nuddepeHuupoBatbcs. B
To Xe BpeMst FGF2 n3BecteH Kak mHaykTop andde-
PEHLIMPOBKY B 3apOJIbIIIIEBbIC TUCTKU.

Paznuuue mexay paHHUM 9MOPUOTeHEe30M MBI
U 4eJIOBEKA 3aKJTI0YAETCSI B TOM, YTO Y MBIIIIA TPAaHU-
LIbl TUTIOPUTIOTEHTHBIX COCTOSIHUA JTyulile BhIPaKeHbl
1 TIpUBSI3aHbI K CTaAUSIM 3MOpUoreHe3a (mpe/mocrT-
WMIUIAHTALIMOHHBINA 3MUOJacT), KOTOpble WMEIOT
TOYHbIE BpEMEHHbIE paMKU. Takxke y MBIl BHE3a-
POJBIIIEBbIE TUTTBI KJIETOK (TpodaKTOIEpMa U TUTIO-
6s1acT) 00pa3yloTCs 40 UMIUIAHTALIMM U YETKO pa3-
rpaHUYMBAIOTCS Ha KjlacTepbl. B To xke Bpemsi y uesioBe-
Ka KJIETKM TurnodjiactTa M TUTIOPUITOTEHTHBIC KJIETKHU
BKM cmemans! apyr ¢ npyroM. Kitactepusanust atux
KJIETOK Y YeJI0OBEKA MPOMUCXOJUT TOJILKO IOCJE UM-
riaHTanuu. Kietku TpodakToaepMbl y4acTBYIOT B
TeHepaluu CUJIbl HATSIKEHUSI, KOTopasi TIPUBOJIUT K
00pa30BaHUIO AMCKOUAAIbHONW (hopMbl 3apobiiiia
YyeJIoBeKa, TOTrAa Kak HMInHApUudeckas (popma 3apo-
JIbIIIIa MBIIIY 0Opa3yeTcs Mo 1eficTBUEM CUJIbI JaB-
JieHUS.

HMHTepecHBIM, HO eIlle He TMOJHOCTBIO TOKa3aH-
HBIM (DaKTOM SIBJIsIeTCsl (hOpMUpPOBaHUE Y SMOPUOHA
YeJoBeKa PO3ETKOMOMOOHOI CTPYKTYpHI 3MMGIacTa.
Ee Haymame 6bUTO cMOIETMPOBAHO, OMHAKO KOPOT-
KWl TIepuoj ee CyIIeCTBOBaHUSI, BEPOSITHO, CIOXHO
3aukcupoBaTh. KpomMe Toro, pabora ¢c sSMGproHaAMM
YeJoBeKa OrpaHMYeHa Mo 3TUIECKUM COOOpaKeHU-
sIM. DTO HE MO3BOJISIET MPOBECTU TOCTATOYHOE KOJIH-
YeCTBO MCCIeOBaHNI Ha paHHMX CPOKAX Pa3BUTHSL.
IMosToMy, Ha HaIIl B3IJISII, TA CTAINS PA3BUTHS ITTH -
6JacTa yeJloBeKa Ha CErOMHSIIHUMN NeHb MpaKkTuye-
CKM He OmycaHa.

ITockonbKy 3MOPUOH YelloBeKa Ha JOracTpyJisi-
LIMOHHBIX CTAAUSIX PA3BUTUSI MPAKTUICCKU HEIOCTY-
IICH, eAWHCTBECHHAs MOJIEJIb, ITO3BOJISIONIAs MCCIIe-
JIOBaTh UM epeHIUPOBKY €ro KIIETOK, 3TO KYJIbTypa
I1CK. Bo3moxuocts uccienoanus I1CK B KynbTy-
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pe MOo3BOJIMIA CMOASINPOBATh MEXaHMU3MBI 00pa30-
BaHUSI U CO3pE€BaHUsI IUTIOPUIIOTEHTHBIX KJIETOK
BKM u snubnacra, a Takke pa3BUTHE 0J1aCTOLIMCTO-
nonoOHBIX cTpyKTYp (Yanagida et al., 2021; Yu et al.,
2021 Heidari Khoei et al., 2023). OTtu Mmoneau craiu
OCHOBOI IS U3YYeHMsI paHHETO AMOpHoreHe3a Kak
MBIIIIN, TaK U YeaoBeKa. JJaHHbIe MCClIeq0BaHMSI ITOKa-
3aJIM HAUTMYUE Pa3IAYHBIX COCTOSTHUN TITIOPUITOTEHT-
Hoctu I1CK, 4To roBopur o IiaBHOi1 TpaHchopMaLu
IUTFOPUIIOTEHTHOCTHY KJIETOK 3MM0J1aCTa B IIPOIIECCE €TO
MopGhOreHeTUIECKX U3BMEHEHUIA in Vivo.
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Transformation of Pluripotency States during Morphogenesis
of Mouse and Human Epiblast

V. K. Abdyev" *, E. V. Alpeeva!, E. N. Kalistratova?, E. A. Vorotelyak!, and A. V. Vasiliev!-?

!Koltzov Institute of Developmental Biology of the Russian Academy of Sciences, Moscow, Russia
2Lomonosov Moscow State University, Faculty of Biology, Moscow, Russia
*e-mail: mailtovepa @gmail.com

The pluripotent status of a cell in vivo is spatio-temporally regulated within embryogenesis and is determined
by the processes of self-renewal, endless proliferation and differentiation into all cell types of the body. Pre-
viously, the pluripotency was characterized using teratocarcinoma cells. Then this term was applied to the em-
bryonic cells of the preimplantation mouse embryo. Preimplantationally formed mouse and human pluripo-
tent stem cells (PSCs) appear to exist until gastrulation. One of the main events in the early mammalian de-
velopment is the differentiation of the inner cell mass of the blastocyst (ICM) into a hypoblast and an epiblast,
which develops into the embryo itself. Continuous and dynamic transformation of pluripotency states in de-
velopment coincides with the morphogenetic processes, which are involved in the formation and maturation
of the epiblast. Thus, blastocyst ICM cells differ in epigenetic and transcription patterns from their daughter
cells forming the peri/post-implantation epiblast. With the onset of gastrulation movements, the maturation
of epiblast cells ends with their differentiation into cells of three germ layers. This review considers the histor-
ical aspects of the study of cell pluripotency, various sources of PSCs, mechanisms and signaling pathways
that support self-renewal and pluripotency in PSC cultures. In addition, we summarize and conceptualize
data on morphogenetic processes that are involved in the formation of naive ICM cells in vivo and the subse-
quent maturation of mouse and human epiblast cells associated with the transformation of their pluripotency

states.

Keywords: mammalian embryogenesis, morphogenesis, blastocyst ICM, epiblast, BMP, FGF, WNT signal-
ing pathways, pluripotent stem cells, iPSCs, ESCs, naive PSCs, primed PSCs, reprogramming
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OCHOBHBIMHM (DaKTOpaMU, BJIUSIIOIIMMU Ha 0Opa3oBaHue IPEBECUHBI Y PACTCHUIA, SIBISIIOTCS (POTOCHHTE3
U IbIXaHue, 00ecTeunBalolIe POCTOBBIC MPOIECCH aCCUMIUISITAMU 1 dHeprueit. Temrieparypa u ocagku
BJIMSIOT Ha ()OTOCUHTE3 U IbIXaHUE U, COOTBETCTBEHHO, HAa pOCTOBBIE TIPOLIECCHI B AepeBe. Llesibio Hallero
HCCIIeNOBaHUS OBLIO OXapaKTepU30BaTh B3aMOCBSI3b POCTOBBIX IMTPOIIECCOB (AKTUBHOCTb KAMOUS 1 TETIO-
HUpOBaHUe Guomacchl) B cTBonax Pinus sylvestris L. (COCHbI OOBIKHOBEHHOIT) ¢ (hOTOCMHTETUUECKOMN aK-
TUBHOCTBIO KPOHBI U IBIXaHWEM CTBOJIA B TOJIBI ¢ KOHTPACTHBIMU JIETHE-TIOTOMHBIMU YcioBusiMu. @opmu-
pOBaHUE KJIETOK KCUJIEMBbI U (pI03MBI, HAKOTIJIEHE OMOMACCHI KJIETOUHBIX CTEHOK, TPOAYKTUBHOCTh (hO-
TOCHHTE3a 1 CTBOJIOBOE IbIXaHWE U3yJasu y AepeBbeB P. sylvestris, mpouspacraroleii B BoctouHoit Cubupu
(Poccust). MBI olieHMBaJI KOJIMYECTBO KJIETOK B 30HaX AuddepeHIray 1 Mop¢hoJornyecKue napamer-
DBI KJIETOK, TPOIYLIUPYEMBIX KAMOMEM ; OTIPEEIISIN Ha OTIETbHBIX 3Tanax G opMUpOBaHUS IPEBECUHBI TO-
IUYHBIX KOJIEL] aKTUBHOCTh KaMOMSsI, HAKOTUIEHUE OMOMAacChl B CTEHKAX Tpaxeu.l U UX CBSI3b C (DOTOCUHTE-
TUYECKOU MPOAYKTUBHOCTHIO KPOHBI U 3aTpaTaMy Ha CTBOJIOBOE NbixaHue. OKa3anoch, 4YTo JejieHHUe Kile-
TOK KaMOWsI B CTOPOHY KCWieMbl WM (JIO3MbI 3aBUCUT OT COYETaHUsI TeMIlepaTypbl U OCaIKOB B
OTIEeIbHbBIE TIEPUOIBI CE30HA, a TAKKe OT peaKIIM (DOTOCUHTE3a U IbIXaHWsI Ha 9TU (hakTophl. HakoruteHne
GHUOMAacChl UMeJI0 OMMOIAIbHbIN XapaKTep ¢ MAKCUMyMaMU B UIOHE (pa3BUTUE paHHEN IPeBECUHBI) U TIpe-
WMYIIECTBEHHO B aBTyCTe (pa3BUTHE TOJICTOCTEHHBIX MO3THUX Tpaxera). DTO COOTBETCTBOBAJIO ONITUMAJTh-
HOMY COYETaHUIO TEMIIEPATYPhI U BIAXKHOCTH BO31yxa, 00eCceunBaloleMy 10CTaTOYHBIN MPUTOK aCCUMU-
JISTOB M X HU3KWI pacxXol Ha IbIxaHue. MBI TakKe TToKa3aiv, YTo KaMOWallbHast aKTUBHOCTh M HAKOTLIe-
HUe OMOMACCHI B CTEHKaX KJIETOK TOAWYHBIX KOJIEL[ APEBECUHbI 3aBUCSAT OT KyMYJISITUBHOTO BIIUSTHUS
TeMIIepaTyphl U 0CAJIKOB Ha (DOTOCUHTE3 U AbIXaHHUE CTBOJIA B X0/l BEreTallMOHHOTO nepuoaa. BaperupoBa-
HUE BHEITHUX (DaKTOPOB U3MEHSIET OajaHC MEXIY IMOCTYIUIEHUEM (DOTOACCUMUIISITOB U UX YTUIU3ALIMEI.
B pesynbrate hoToacCUMMIISITH UCITOIB3YIOTCST HE TOJIBKO IS CHHTE3a OMOMAacChl KJIETOUHBIX CTEHOK, HO
M YaCTUYHO MpPEBPalaloTCs B 3allaCHBIE BEIIECTBA, B YaCTHOCTH, B KpaxmaJl. Haile ucciaegoBaHue paciim-
psIET TIPEACTABJICHUS O TIpolieccaxX pa3BUTUS PACTEHUS, KOTOPbIE MPUBOIAT K (DOPMUPOBAHMIO TPEBECUHBI

MO/ BO3AEHUCTBUEM BHELIHUX d)aKTOpOB.

Knrouesvie crosa: Pinus sylvestris L., akTUBHOCTb KamM0Ousi, 6uoMacca, GOTOCUHTE3, IbIXaHUe, TeMIlepaTypa,

ocagkKun
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BBEAJEHUWE

ITpoayKTUBHOCTH IPEBECHBIX PACTEHUIA, UX POCT
U HaKOIUIEeHUEe OMOMacChl TOAMYHBIX KOJIEIl 3aBUCST
OT yIIaepogHoro 6ajaHca IMpoayKTOB (pOTOCUHTE3a U
UX 3aTpaT Ha JIbIXaHUe, CBSI3aHHBIX KaK C POCTOM HO-
BOOOPAa30BaHHBIX, TaK U MOAAEPKAHUEM XKUBBIX Op-
raHoOB M TKaHel B cTeOse. BBIIo m3ydeHO BIMsTHUE
TeMIIEPATYPHOTO U BOAHOTO CTpecca Ha (POTOCUHTES
U abpIxaHue pactyuux aepeBbeB (Gordon, Larson,
1968; 3aruposa, KysuH, 1998; bononauxckuii, Kaii-

Z
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owusiineH, 2003; Deslauriers, Morin, 2005; Gruber et al.,
2009; Begum et al., 2013; Deslauriers et al., 2014; Cy-
BopoBa, 2009; Alam et al., 2017; Chan et al., 2018).
Crnenylonye TpU3HAKW OBUIA MCITOJIb30BAHBI IS
YCTAHOBJICHUSI CBSI3U MEXIY NPOAYKTUBHOCTBIO PO-
CcTa IepeBbEB U 3aTpaTaMU Ha IbIXaHUe 32 CE30H: T1a-
METp CTBOJIA JiepeBa, IIMPUHA PagUaIbHOTO IIPUPO-
cTa Ha oOpaslax, M3BJICYCHHBIX M3 CTBOJIA JepeBa
(Ryan 1990; Lavigne et al., 2004; Zha et al., 2004;
Acosta et al., 2008; Chan et al., 2018), 00beM XKUBBIX
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kieTok 3a6ononu (Ryan, Waring, 1992), konmduecTBo
nuddepeHIMpyIIUXCcs KIeToK Kcwiembl (Lavigne
et al., 2004; Gruber et al., 2009; Zabuga, Zabuga, 2014),
Maccy IIPOPOCTKOB MJI BEreTaTUBHBIX OpraHoB (3a0y-
ra, 3abyra, 2006; Zabuga, Zabuga, 2014).

Y XBOWHBIX pealbHas OmoMacca COOEpXKUTCS B
CTeHKaX TpaxXeul paHHel 1 Mo3IHel ApeBeCUHbI, pa-
IUAJIbHBIM AWaMeTp Y TOJIIMHA CTEHOK KOTOPBIX
pasmuuHbl. X (hopMmpoBaHmMe M pa3BUTHE B Tede-
HUE BereTallMOHHOTO TTepuoaa MPOUCXOAAT pa3aeib-
HO BO BPEMEHU M MPOCTPAHCTBE, U KaXKIBIil U3 PO-
CTOBBIX ITPOIIECCOB MO-Pa3HOMY pearnpyeT Ha BHEIII-
HUe (HaKTOpbl B COOTBETCTBUU C (PU3UOJOTUUECKUM
COCTOSTHMEM KJIETOK M OMOXMMHWYECKUMU pPEaKIIUSsI-
MU B KjieTKax (Antonova, Stasova, 1993; 2015). Ouge-
BUIHO, YTO MOTPEOHOCTh B MPOAYKTaX (pOTOCUHTE3A
(accuMwWIsITax) Il CO3MAaHUS CTPYKTYPhI KIIETOUYHBIX
CTEHOK M 3aTparbl Ha apixaHue (morok CO,) Takxke
JIOJIKHBI OBITh pa3HbIMU. ClienyeT 0XuaaTh U3MEHe-
HUSI HE TOJIBKO OOLIEro AbIXaHUs, NbIXaHWUS pOCTa U
IBIXaHWS TOMIePXaHMsSI, HO U COOTHOIICHUSI MEXITY
JIbIXaHUEM U (DOTOCUHTE30M B 3aBUCUMOCTH OT BHEIII-
HUX YCJIIOBUI M CTETIEHW PA3BUTHSI KIIETOK KCUJIEMBI.
IMoHnMaHWe KJIETOYHBIX TIPOIIECCOB M BKJIama B HUX
¢doTocuHTe3a, KOHTPOJIUPYEMOTO TeMIIepaTypoii, He-
00XOIMMO UTS JTYYIIIEro TIOHUMAaHWsI MEXaHU3MOB PO-
cra gepeBbeB (Ryan, 2011).

LleHa cTBOJIOBOTO ABIXaHUsI MOXKET TaKXKe 3aBU-
CeTh OT 00beMa XKMBBIX KJIETOK (DJTOSMBI KaK TpaHC-
MOPTHOM CETH IUISI IOCTABKU YIJIeBOAOB M3 (hOTOCUH-
TE3UPYIOITNX 1/WJIH 3aITacaloInX TKaHel B 30HbBI aK-
TUBHOTO pocTa U Metabonu3ma (Savage et al., 2016).
VY eBporeiickoii enu u3 ceBepHoii LlBeunu 75 u 80%
00BbeMa KMBBIX KJIIETOK B CTE€OJISIX HAXOMUTCS BO (pJ10-
ame (Stockfors, Linder, 1998). B ctBonax 200-s1eTHUX
JIepeBbEB COCHBI OOBIKHOBEHHOM, TPOU3PACTAIOIINX
B Poccrm (60° c.r., 89° B.1.), KOJIMYECTBO JKUBBHIX
KJIETOK B JIyOe cocTaBistiio 55—69% u 3aBucello OT
YCJIOBUI BEreTallMOHHOTO Mepruoaa U CKOPOCTU PO-
cra 1o nuameTpy (ActpaxaHieBa, AHToHoBa, 2011).

OtynoxeHue 6MoMacchl B CTeHKaX Tpaxewui paH-
Hel ¥ MOo3IHeM IpeBeCUHBI IpU (hOPMUPOBAHUU TO-
JUYHBIX KOJIELl B CTBOJAX COCHBI OOBLIKHOBEHHOI B
Boctounoit Cubupu 1 cBSI3b 3TUX MPOLIECCOB C Po-
TOCMHTETUYECKOM MPOAYKTUBHOCTHIO KPOHBI U ITbI-
XaHWEM CTBOJIA B 3aBUCUMOCTU OT TEMIIEPATYPhI BO3-
JlyXa U 0CaAKOB U3yJaIUCh JIJIsl TIOTOMHBIX YCJIOBUii B
1999 r. (CyBopoBa u ap., 2015). Kimmarudeckue
YCI0BUSI perMOHAa OUYeHb KOHTPACTHEL. JleToM, Korma
MPOTEKAIOT OCHOBHBIE POCTOBBIE TIPOLIECCHI, OCAIKU
U TeMIlepaTypa MOTYT CUJILHO Pa3InyaThCs B OTACTb-
HBIE TIEpUOILI BEreTallMOHHOTO ce30Ha. 1o cpaBHe-
Huto ¢ 1999 ., B ce3oHe 2001 r. B M1OHE ObLIM OYE€Hb
BBICOKHE TEMIIEPATYPhI, a B UI0JI€ BBITAJI0 HEOOBIUHO
MHOTO OCaAKoB. [JIs JIydIlero IoHUMaHUsI B3aUMO-
CBSI3U MEXy KaMOUaTbHOI aKTUBHOCTBIO, HAKOTLJIe-
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HUEM OMOMAacCHI B KJIETKaX KCUJIEMBI, (POTOCUHTE30M
U IBIXaHWUEM BaXXHO OIIPEASIUTh AUHAMUKY 3THX
MpPOLIECCOB B TeUECHME BEreTallMOHHOIO Meproaa nNpu
Pa3IMYHBIX TOTOAHBIX YCIIOBUSIX.

Ilenbio uccaenoBaHus ObLIO: 1) OLIEHUTh aKTHUB-
HOCTb KaMOMs U AEMOHUPOBaHWEe OMOMACChl B CTBO-
Jax Pinus sylvestris L. v B3aMMOCBSI3b 9THX MTPOLIECCOB
¢ GOTOCUHTETUYECKOI aKTUBHOCTBIO KPOHBI U JIbIXa-
HUEM CTBOJIa B OTIEIbHbIE ce30HHbIe nepuonbl 2001 r.;
2) CpaBHUTb KaMOMATbHYIO aKTUBHOCTb M HAKOILJIEHUE
OromMacchl B KOHTPACTHBIX JIETHE-TIOTOMHBIX YCIOBU-
sax 1999 1 2001 rr. 1 npoaHaJIM3UPOBaTh 3aBUCUMOCTD
MPOLIECCOB OT aKTUBHOCTU (DOTOCUHTE3A U CTBOJIO-
BOTO JbIXaHUS NTPU (GOPMUPOBAHUU TOTUYHBIX KOJIEIL
B 9THU CE30HBI.

MATEPHAJIBI U METOJbI

®dopMupoBaHUe TOAWYHBIX KOJeL Habaoman y
25-netHux aepeBbeB Pinus sylvestris L., ipon3pacra-
IOIIMX B MCKYCCTBEHHOM HAaCaXXICHUM Ha 3KCIIepHU-
MeHTaJlbHON Tepputopun CHOMPCKOTO MHCTUTYTA
duznonorun U OMoxuMum pacreHuit CuOMpCKOTo
otnelieHust Poccuiickoit akanemun Hayk (CUDUBP
CO PAH), pacrnionoxkeHHoi B 80 KM OT 10ro-3anaj-
Horo nmodepexnbs 03. baitkan (Poccust).

M3 crBonioB 10—12 coceH B ce30HbI 1999 11 2001 .
CIICUMAJIbHBIM MPOOOMHUKOM U3BJICKAIM KEPHBI
(muameTtpom 0.8 cMm) Kaxnple 8—11 mHeil Ha BBICOTE
okoJ10 1.3 M Hax 3eMJieii, n3berast KoJibLIEeBaHUsI CTBOJIA.
OTMepliyI0 HapyXHYIO0 KOPY YAQISJIM Tepel oTOO-
poM npo6. O0pa3nbl comepKaal BCe CIOM CHOPMHU-
poBaBieiicsa GpiaoaMbl 1 He MeHee 2—3 chopMUpO-
BaBIIMXCS cjoeB KcuiaeMbl. Ha Mecto orbopa nmpoob
Ccpasy HaHOCUJIU MAacCJISTHYIO KPacKy, 3allyIIalolIyi0
JIepeBO OT KOHTAKTa C KHCJIOPOAOM BO3AyXa U BpeIy-
TEJISIMU.

KonunuecTBo KJIeTOK B 4—5 paguaibHbIX psiax ro-
JUYHBIX KOJIELl APEBECUHBI ABYX MPEbIIYIIIMX CE30HOB
TTOIICYMTBIBAIIA Ha Cpe3ax KepHOB, oKpareHHbIX 0.05%
BOIHBIM PAaCTBOPOM Kpe3ui-Buojieta (AHTOHOBa, I1le-
oeko, 1981). /s manbHeNIX HAOIIONSHWI UCITOIb30-
BaJIU JIECSITh AEPEBbEB, Y KOTOPHIX KOJTMUYECTBO KJIETOK B
panuajgbHBIX psIax OIMCHIBAIOCh KpuBoii laycca.
Takoii monxon K BbIOOPY A€PEBEB MUHUMU3UPYET
CTaHJAPTHbBIE OTKJIOHEHMUSs, TTOCKOJbKY BbIOpaHHbBIE
JIepeBbsl OMMHAKOBO pearMpyroT Ha BHELIHUE BO3ICH-
CTBUSL. DTOT MeTOI 0TOOpa IepeBLEB 1 0TOOpA ITPOO MC-
roJib3oBasica paHee (Antonova, Stasova, 1993; 1997).

Ha JABYX ITOTIEPECYHBIX CPE3aX Ka>Ka0T0 KEPpHa 1101 -
CUUTHIBAJIN KOJINYECCTBO KJIIECTOK (I)HOQMI:»I " KCUJIEMBI
B 30HaXx poCTa KJICTOK paCIIMpCHMUEM, BTOPMUYHOIO
YTOIIECHNUA CTCHKM U B C(l)OpMI/IpOBaHHLIX CJ104X
KCUJIEMBI. BCC KIJICTKH, UMCIOIINE ITPUMEPHO OJAMHA-
KOBBIC MaJIbIC paduaJIbHBIC pa3dMCpbl, OUCHUBAJINCDH
KaK KJICTKMN KaM6I/IaﬂbHOI‘/JI 30HBbI. Haqano BUINUMOTO
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YBEJIMUYEHMST TMaMeTpa KJIETOK MPUHUMAJIM 32 Hayajao
paaraIbHOTO PaclIMPEeHUs KJIeTOK. 3aBeplleHUe pocTa
panuagbHOrO auamMeTpa M Havajao (OpMHPOBaHUS
BTOPUYHOI KJIETOUYHON CTEHKHU OMNpPEAEsUIM IO Mo-
SIBJICHUIO TPAaHUIL SIMOK W 3aKPYIJICHUIO YTIJIOB KJIETOK
(Murmanis, Sachs, 1969). OkoH4yaHue 30HBI CO3pe-
BaHUS OTPENeIsijiv MO OTCYTCTBMIO BUIUMBIX CJIEIOB
LIMTOIIa3Mbl B TIpOCBeTax Tpaxeua. Bce usmepeHust
npoBonuyinch Ha 8—10 panguanbHBIX psnax (mo 3—
4 psina KaxkJaoro KepHa) Tpaxeuja ¢ OOJbIIUM paau-
aJIbHBIM TMaMeTPOM, IMMOCKOJbKY OHU OTpaXKaloT pe-
aJIbHbIE POCTOBBIE MTPOIIECCHI. DTO BasKHO, MOCKOJb-
Ky Tpaxeuabl (BepeTeHOBUAHbIE KJIETKU) MTPOHUKA-
0T MEXAYy KOHIaMM JPYyrux KIJICTOK TpU UX
WHTPY3UBHOM POCTE, 1 Ha TTOTIEPEYHBIX Cpe3ax Mo-
TYT IPUCYTCTBOBATh KJIETKU C Y3KMUMU PaTuaIbHbIMU
IMaMeTpaMu.

Ha cpesax mMoacumThIBaIM KJIIETKH B KaMOWaTb-
HOIi 30He, HOBOOOPa30BaHHOM (yI03Me U KCUIeMe B
30HaX pocTa pacliipeHUEeM, BTOPUYHOTO YTOJIIIICHUS
CTEHKU M 30HaX 3peJioi KerieMbl. [1onyyeHHbIe TaH-
HbIE UCITOJIb30BAIM JJIsI OLIEHKU KOJIMUYeCcTBa Hayaslb-
HBIX JeJIeHU# KJIIETOK KaMOreM B CTOPOHY KCUJIEMBI
i hJIO3MBI U Ha 3TOM OCHOBE aKTUBHOCTH KaMOUsI
B Kaxxablii nepuogd no metony (Mahmood, 1971). Co-
IJJACHO 3TOMY METOMY, OMHO AcJcHVe UWHULIMATBHOM
KJIETKW KaMOMs MaeT IBe MaTepUHCKHE KIETKU KCH-
JIeMBI, KOTOPBIE, B CBOIO OYepellb, MAIOT YeTHIPE KIIETKH
KCUJIEMHOM TKaHU. HampoTuB, onHO JeleHue MHU-
1A KaMOWsI B CTOPOHY (DJIIO3MBI JaeT ABE KIETKH
hr103MBI. KoTaecTBO KIIETOK B paguaIbHBIX psiaax
MOJACYUTHIBAIN C TIOMOIIBIO CBETOBOTO MUKPOCKOIIA
npu yBeanmdenuu B 100 pas.

Ha xaxnoit cranun nuddepeHInaunum N3Mepsiin
panuajbHble M TaHTeHTAJbHBIE pa3Mephbl Tpaxeud U
UX JIIOMEHOB C ITOMOIIBIO OKYJISIP-MUKPOMETpPA MPU
950-kpaTHOM yBeanueHUr. Yucio nuamepeHunii 0bLio
70—80 (mecsaTh 1epeBbEB, 110 ABA Cpe3a KaXKI0M cepl-
LIeBUHBI U 3—4 psna tpaxeun). PagnanbHbie M TaH-
reHLMaJIbHbIe pa3Mephbl Tpaxeua B 30He BTOPUYHOTO
YTONIIEHUSI UCHONb30BaIN IJIs pacdeTa IUIOIIAAN
MOIEPEYHOr0 CEeYeHMs CTEHOK KJIeToK. I[lmormmamu
MIPUHUMAJIH 3a TToKa3aTe/lb HAaKOIUIEHHOM B CTEHKAaX
KJIETOK OMOMAacChl. DTOT MMOoKa3aTellb UCITOJIb30BAaJICs
B HaIllUX TPEIBIAYIINX UccliemoBaHUsIX (Antonova,
Stasova, 1993; 1997) mig oueHKM 0MOMAacChl, OTJIO-
JKEHHOM B KJICTOYHBIX CTEHKAX APEBECHHBI TOMUYHBIX
KoJiell. PasHulla miolmanmeil MmoIepeyHoro CeYeHWUs
KJIETOUYHBIX CTEHOK MEXIY ITOCISAYIOLIUM 1 HaOJII0-
JlaeMbIM MepHOIaMU MPeACTaBIsIeT cob0it Gmomaccy,
HAKOILUIEHHYIO 32 OTAEJIbHBIN MEPUOJ BEreTaLlM.

INornomenue yrIeKMCIOro Ta3a KpoHaMU IepeBbeB
U JbIXaHUE CTBOJIOB M3Mepsuiu Ha 10-JeTHUX coCHaXx,
pacTyIIMx B IPEBOCTOE, PACIIONIOXEHHOM OJIM3KO K
yKazaHHoMy Bbilie. [lomomenue CO, 2x-TeTHUMU
noberaMy perucTPUPOBAIIN KaxKIbI THEBHOM Jac B
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TedeHUe 3—4 mHel Kaxayio Hemero. JlaHHbIE CcyM-
MUPOBAJIMCH: 1) 1O AHSAM KaXkJoro Iepuopa, 2) 1o
MepUOIAM.

JbIxaHUe cCTBOJIA AepeBa PETUCTPUPOBAIN HA BhI-
core 1.3 M B TedeHHE CyTOK MHOTOKAHaJbHBIM ITPH-
0OpOoM, CMOHTUPOBAHHBIM Ha 0a3ze MH(PPaKPaCHOTO
razoaHanu3aropa “Mudpamur-4” (Illepoatiok, 1990).
JaHHEbIe, TOTyYeHHbIC 32 KaXIbIiA 4ac, CYMMHpPOBa-
Jiuch: 1) 3a ATHEBHOE 1 HOYHOE BpeMsI KaxkK0ro nepu-
ona, 2) 3a CYTKM KaXmoro mepuojaa, 3) 3a IepHuof.
JaHHble o abixaHuio HopMmaau3oBaiu K 10°C. Tem-
nepaTypHbiii KoadduimeHT apixanus (Q,y) uameps-
JIN B CepelrHE OKTSOPSI, KOrIa BCE POCTOBBIE MPO-
LIECChI B IepeBe 3aBEPIIINUCH.

Temmeparypa Bo3myxa 1 0CaKy pericTpUpOBAIUCH
KaXKIIBIi Yac, a 3aTeM pacCUUTHIBAIACh KAK CPEIHSIS 3a
CYTKU U 3a niepuof. CBs3b COCTABISIIOIIMX MTPOAYKIIH-
OHHBIX MPOIIECCOB (HaKOIUIEHHE Oumomacchl, (OTO-
CUHTE3, IbIXaHVE) C MOTOAHBIMU YCIOBUSIMM KaXKI0-
o Ce30HHOTO TepuoAa pacCUUTHIBAIU C MOMOIIbIO
nporpamMmmbel MS Excel.

PE3VJIBTATHI U OBCYXJIEHUE
Kambuanvuas akmuenocms U no2o0Hble yCA08US

Bereranimonnsie nepuoasl 1999 u 2001 rr. paznuya-
JINCH TI0 TEMITepaType BO3Myxa M OCamKaM I10 JIETHUM
norogHbM yciaoBusiM. B 2001 1. BeIcokasi TeMmriepaTtypa
BO3lIyXa HaOJIIogagach B MIOHE (THEBHAsI TeMIlepaTypa
1o 30°C) u Huskasg — B utone. B urone 2001 1. cpen-
HeMecsYHasl TeMIlepaTypa Bo3IyXa B MIOHe ObUla Ha
4°C BplllIE, a B uiojie MeHee yeM Ha 1.5°C Huxe 1o
cpaBHeHUIO ¢ urojeM 1999 r. B 1999 u 2001 rr. Konu-
YeCTBO OCAIKOB B MIOHE COCTAaBUIIO 129 MM 1 51 MM,
B utosie — 139 1 246.3 MM, B aBrycte — 29.3 u 80.7 MM co-
oTBeTCTBeHHO. CpemHue 3HAYeHUST TeMIIepaTyphl 1
0CalKoOB B OTAeNbHbIE TTepuoanl 1999 (a) u 2001 (6)
JIET TIpe/iCTaBJIeHbl Ha puc. 1.

KambuanbHass akKTUBHOCTb, ONpenesieHHas IIo
KOJIMYECTBY JEJICHUM KaMOHWaTbHBIX WHUIIHAJICH B
CTOPOHY KCUJIEMbI /WU (PI05MBI, U HAKOTUICHUE
6HMoOMAacChHl, pacCYUTaAaHHOE IT0 TIPUPOCTY TIIOIIAIHN
MIOMNEPEYHOTO CeYeHMsI KJIIETOYHOIi cTeHKH, B 2001 T.
TpeACTaBIeHbI HA pUC. 2.

Ha pwuc. 2 n nocienyonnx pucyHKax IToOKa3aHa
MPOAYKIIMS KJIETOK KCUJIEeMBI U (pJI09MBI KaMO1eM B
repBble THU UIOHSA. OIHAKO OYEBUIHO, UTO PEaKTU-
BalLMsl KaMOusI MpOUCX0a1ia B IIEPBOM-BTOPOI AeKa-
Jle Masi, Korma TeMIlepaTypa Bo3ayxa Koiaebdanach oT 8
1o 14°C. i cocHbl OOBIKHOBEHHOM THEBHBIX TEM-
nepartyp Bble rmopora 5°C 1ocTaTo4HO, YTOObI MHU-
MUPOBaTh KaMOMaJIbHYI0 aKTUBHOCTL (Seo et al.,
2008). Y xBoiiHbIX, TaKux Kak Larix decidua, P. cembrau
P. abies, xkamOManbpHass aKTUBHOCTh 1 MM depeHIna-
L1ST KCUJIEMBI IIPOMCXOAT BHIIIIE ITOPOTa CPEaHECY-
TOYHOM TeMIepaTypbl, KOTOPBIH Kojiebaics ot 5.6 1o
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Puc. 1. CpenHue 3HaueHUsI TEMIIEPATYPbl M CyMMa OCaJKOB B OTIeNbHbIe nieproanl 1999 (a) u 2001 (6) rr.
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Puc. 2. KambuayibHasi aKTUBHOCTb, KaK YMCJIO NeJICHU MHUIIMAIbHBIX KJIETOK KaMOUSI B CTOPOHY KCUJIEMbI 1/WIU (DJIOOMBI,

U IIPUPOCT IJIOLIAIH TTOTIEPEYHOTO CEYCHUST KIIETOUHOM CTeHKHU (AS, MKM2) B oTHesibHbIe TIepuonbl 2001 1.

8.5°C (Rossi et al., 2007, 2008). IToporosbie TeMIie-
paTypbl pa3INJaloTCs IJis pa3HbIX BUAOB, TaXKe eCIU
JIepeBbsI pPacTyT B OOMHAKOBBIX KJIMMAaTHYECKUX
ycaoBusix (Begum et al., 2013). ITo HamumMm HabGmoae-
HusM (Antonova, Stasova, 1993; 2015) onTuManbHas
JHEeBHAasI TeMIlepaTypa IJis AeJIeHUsT KaMOUaJIbHbBIX

KJIETOK B CTBOJIE COCHBI OOBIKHOBEHHOM COCTaBJISIET
18—20°C.

Temnepatypa Bo3myxa (17—18°C) B Haualie UIOHS
2001 r. m focTaTOYHOE HAKOIUIEHME BJlard B MOYBE B
3MMHE-BECEHHUU MEpUOJ CTUMYJIUPOBAIU JieJIeHUE
KaMOUaJIbHBIX MHUIIMAJIE KaK B CTOPOHY KCHUJIEMBI,
TaK U B CTOPOHY (103Mbl (puc. 2). [ToBblillieHue cpe-
HECYTOYHOI TeMIlepatyphl Bo3ayxa 1o 1 = 21.7°C u
IHeBHO# Temmnepatypbl mo 30°C BO BTOpOI Hekame
uioHs (puc. 1) MPOBOLIMPOBAJIO PE3KOE CHUXKEHUE
aKTUBHOCTU KamOust (puc. 2). IToBbllieHHast TeMIie-
paTypa Bo3ayxa 0COOEHHO HEFaTUBHO BIUSIET HA 00-
paszoBaHue KJIeTOK (yioaMbl. TeMmepaTypa Bo3ayxa
Boile 15°C yrHeTaeT AejieHue KJIETOK KaMOusI B CTOPO-
Hy ¢roaMbl (Antonova, Stasova, 2015). IloBbuieHue
MaKCUMAaJIbHOM CyTOUHOM TeMmepaTypbl 10 27—29°C u
3HAYUTEJIbHOE YMEHbBIIIEHUE KOJUYECTBA OCAIKOB B
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MocjeIHeN neKaae WIOHSI pe3KO CHUXKaAW MPOAyK-
L0 KaMO1eM KJIETOK (D103MbI M KCHJIEMBI (puc. 2).
OOwIbHBIE OCaIKM B Havase uiojst (puc. 1) ctumyim-
pOBa/I JieJIeHUEe MHULIMAJICt KaMOusl B CTOPOHY (hJIo-
sMbl. [locienHue mpou3BoaHbIC (DIOIMBI, TPOIXYIIN -
pyeMbie KaMO1eM, TTOSIBIJIMCH B CepeIHe aBrycTa.

JeneHne KxamMmOusI B CTOPOHY KCHJIEMBI OCOOEHHO
aKTUBHO TIPOMCXOMUJIO B Hayajie UIOHSI, B TeUCHUE
Bcero 1iojisg U B Havaje aBrycra 2001 r., Torna Kak B
1999 1. 3TO sIBIECHNE NPOUCXOOUIO TOJBKO B UIOHE U
aBrycre (puc. 2). Beicokass akTUBHOCTh KaMOUSI B Ha-
yane uroHdg 2001 1. ObI1a 00yCIOBIIeHA YMEPEHHOMN
TeMITepaTypoii Bo3myxa 1 JOCTaTOYHOM BIIaXXHOCTBIO
MouBkl. B Hauase st aKTUBHOCTb KaMOMsI BO3pOC-
JIa B pe3y/IbTaTe OOMJIbHBIX OCAaIKOB U THEBHOM TeM-
rnepaTypbl Bo3ayxa, He mOpesblnarpmein 21—22°C
(puc. 1). 9To HaxXoAUTCS B AUAITa30HE ONTUMATbHOM
JUIST TPAHCIIOPTAa BEIIeCTB Yepes miasmaiemMmy (20—
25°C) (Carr, 1976; Gamalei et al., 1996). CuibHbBIE
OCajgKu N0 U TOocje KOHIA MIojisi—Hayajla aBrycra
2001 . B coyeTaHMU C ONITUMAaTBHOI TeMIIepaTypoit
BO3/yxa CIOCOOCTBOBAIM 0OPAa30BaHUIO KJIIETOK KC-
JIEMBI B 3TOT MEPHUOI.
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Bausinue memnepamypol Ha pocmosbsie nPOueccol

JlenmeHne KaMOMaIbHBIX WHMIMAJIIEN B CTOPOHY
KCUJIEMBI OOBSICHSIETCS celM(pUIHBIM COYeTaHUEM
¢daKkTOpPOB B KaxK1oit 8—11-THEBHOI1 YaCTU BereTali-
OHHOTrO nepuojaa. B TedeHue Bcero BereTalliOHHOIO
neproga 2001 1. mpoayKIrs KiIeTOK KCUJIEMBI MMela
CJIa0YIO MOIOKUTEIBHYIO CBS3b C TEMIIEpaTypOii BO3-
nyxa (R? = 0.25, P < 0.05), Torga Kak B MIOJIE U aBTy-
cTe CcBA3b ObUIA CHIbHOM (R? = 0.84, P < 0.001). B
HUIOJI€ 3TO MOXET ObITh OOYCJIOBJIEHO OOMJIbHBIMU
ocaJKaMM, a B aBr'yCTe — HU3KUMM TeMIlepaTypaMMu.
V nuxtol 0anb3amuyeckoii B Kaname (KBebek) Bimsi-
HUE TeMIIEpaTyphl BO3IyXa Ha 00pa30BaHUE TPaXCHI
OBLJIO OTMEUYEHO BO BpeMs Pa3BUTUSI paHHEl ApeBe-
CUHBI (C KOHIIA Mas 10 cepeanHbl uiojst) (Deslauri-
ers, Morin, 2005).

B otnuume ot kcuieMsl (pioaMa MMeia OTpUlia-
TEJIbHYIO KOPPEJSILIUIO C TeMIepaTypoil Bo3nyxa. B
3acynutuBbiil 1999 1. TeMmIieparypa Bo3myxa OoTpuia-
TeJabHO Koppeauposaia (R> = 0.48 nmpu P< 0.05) ¢ ne-
JIeHWeM KaMOUWaJIbHBIX MHUILUANEH B CTOPOHY (hi1o-
sMmbl (CyBopoBa u ap., 2015). B 2001 r., HannpoTus,
HaOJI0gaIM yBEJIUMYECHME YHMCIa KIETOK (DI03MHI,
ocobeHHo B nione. Kak ormevanocs (Griéar, Cufar,
2008; Fajstavr et al., 2020), dopmupoBaHue (PI03MBI
KOHTPOJIMPYETCS CKOpee SHAOI€HHBLIMM IIpUYMHA-
MU, 4yeM akTopamMu okpyxatouieil cpenbl. [To maH-
HbiM Fajstavr et al. (2020), TkaHb (103MBI MEHEE UYB-
CTBUTEIbHA K 3K30TreHHBIM (pakTopaM. To ke ObLIO
otmeueHo (Miller et al., 2020) mpu n3y4yeHUU CE30H-
HOI IMHAMUKU (OPMUPOBAHUSI KCUIIEMBI U (PJI0IMBI
eJI1 eBPOIENCKOI IO TpagudeHTyY BBICOT. ¥ COCHBI
OOBIKHOBEHHOI (popMUpoBaHUe PIOSMBI HAUMTHAET -
cs Iipu 00Jiee HU3KOM TeMIepaType BO3ayXa II0 cpaB-
HEHMIO ¢ KJIETKaMU KCuiaeMbl (AcTpaxaHiieBa, AHTO-
HOBa, 2011; Swidrak et al., 2014).

JlHeBHBIE I HOYHBIC TeMIepaTyphl BO3IyXa B KaxX-
JIBIi1 U3 TIEPUOJOB BereTalliy II0-pa3HOMY BIIUSIIA Ha
JieJieHe KaMOUST B CTOPOHY KCUJIEMBI U/Wn (hJIOSMBL.
B HOuHOE BpeMs B MIOHE KaMOUAIbHBIC KJIETKU eI~
JIMCh TIPEUMYILECTBEHHO B CTOPOHY (iooMbl (R? =
=0.37, P < 0.05), a mponyKnusi KJIETOK KCHJIECMBEI
IpakTUIecKu orcyrcTBoBana (R2=0.015, P<0.05). B
HIOJIE OCHOBHBEIM PETryJISITOPOM JeAeHUS KaMOUajlb-
HBIX KJIETOK Ha CTOPOHE KCUJIeMbl Oblla JHEBHAs
TemrrepaTypa Bosnyxa (R?> = 0.91 npotus R?> = 0.64
npu o0pa3oBaHMU KJIETOK (h103Mbl). B aBrycre mHeB-
Hble 1 0COOEHHO HOYHBIE TeMIEePATyPhl MTOJIOKUTETb-
HO BJIUSUIM Ha MPOAYKILMIO KJIETOK KcujieMbl. Oue-
BUIHO, 3TU Pa3IUUUs KOPPEIUPYIOT C UBMEHEHUSIMU
coIepsKaHUsI BOJBI, 3aIIaCEHHOI B TKAHSIX J€PEBbEB,
U 3aBUCST, B CBOIO oUepe/ib, OT TeMIepaTypbl BO3ayXa,
TpaHCIIUpauuu, BiaaxHocTu nouBbl (KaiiOusitHeH
u ap., 1981; Schulze et al., 1985; Oberhuber et al.,
2015), T.e. OT rpagrieHTa BOOHOI'O NOTECHIIMAJIa B TKa-
HSIX IPEBECUHBI.

M3ydyeHne moyacoBOro pairaJbHOTO POCTa CTBOJIA
CeMM BUIOB IEPEBbEB YMEPEHHOTO ITosIca TTOKa3ajio,
YTO JepeBbsl PACTYT B OCHOBHOM HOYBIO, a peaKIusl
pocTa Ha BOTHBIN ITOTEHIINA TTIOYBBI CUJIBHO 3aBUCHUT
oT BpeMeHU cyTok (Zweifel et al., 2021). Hamm Ha-
OJIIOCHUS 32 CYTOYHBIM POCTOM KJIETOK TTOKa3alu,
YTO MHTEHCUBHBIN POCT TpaxXeu COCHBI PaCTsSKeHU-
€M TIPOVICXOIUT B JIIOO0E BPEMSI CYTOK U 3aBUCUT OT
TeMIIEpaTypHOTO peXuMa KakK IHs, TaK U HOYH, a
TaK>Ke BOTOOOECIeYeHHOCTH TKaHel cTBoia (Anton-
ova et al., 1995).

Bausnue 6odnoeo pescuma Ha pocmoebsle npoueccsl

I'panveHT BOgHOTO MOTEHIMaIa B TKAHSX JepeBa
“MeeT pellallee 3HaYeHue ISl AeJeHUs] KJIETOK
KaMOUsI 1 0COOEHHO IJIsT KaMOUaJIbHBIX MPOU3BOI-
HBIX KCWJIeMBI ITyTeM pacTsokeHus: (Nonami, Bouer,
1990; Cosgrove, 1997). B ycnoBusix 2001 r. neneHue
KJIETOK KaMOUSI MPO0JIXKATIOCH 10 CepeAnHbI aBrycTa
(puc. 2). Knnetku, o6pazoBaHHbIe KaMOMEeM B Mae U
uIoHe, GOPMUPYIOT BTOPUYHbBIE KJIETOYHBIE CTEHKH B
WI0JIe Y BKJIIOYAIOTCSI B PAaHHUI CJIOU KcujeMbl. 3a
5TO BpeMs 3aBepllaeTcs, Kak npaBuiao, GopMupo-
BaHUWE paHHEro cjiosi kcwieMbl (Antonova, Stasova,
1993; 2015). Tpaxeuasl, IpoaylupyeMble KAMOUEM B
u1ojie, pa3BUBAIOTCS Jajiee KakK Tpaxeuabl Mo3mHei
npeBecuHbl. B Boctounoit Cubupu, oco0eHHO B 3a-
CYIIUTUBBIE TOABI, NeSITeIbHOCTb KaMOMSI TIpeKpallia-
eTcs, Kak MpaBuJio, B HauajJle—CepeIMHE aBrycTa.

B aBrycre ocanku u GiaronpusiTHble TeMIlepaTy-
pPbl MOTYT CITIPOBOLIMPOBATh BO30OOHOBJIEHE KaMOU-
aJIbHOM aKTMBHOCTU M 00pa3oBaHUE KJIETOK C 0OJIb-
UMM paauajbHBIMU IuamMeTpamMu. B pesynbraTte B
TOIMYHBIX KOJIbIAX JPEBECUHBI TTOSBISIIOTCS JIOX-
Hble TOAWYHbBIE KoJiblla. HampuMmep, Takue paHHeno-
JIOOHBIE Tpaxeuabl ObLIM OTMEYEHBI B 30HE pOCTa
no3mHero cios Pinus pinea L. (Balzano et al., 2018). B
nioHe 2001 T. ocagky oKa3aju IOJIOXUTEIbHOE BIIM-
sSIHUE Ha JeJIeHUEe KaMOUaIbHbIX MHULIMAJIbHBIX KJIe-
TOK B cTOpoHy Keuemsl (R2 = 0.34, P < 0.05). Kop-
pensaunus 6bl1a cuiabHee B uone (R> = 0.45, P < 0.05)
1 ocobeHHo B aBrycre (R?>= 0.6, P < 0.05). B mocnen-
HeM cjiyyae CBsI3b OoJiee aleKBaTHO OIMChIBAJACh
MOJIMHOMUAJIbHBIM YPaBHEHHEM, COIJIACHO KOTOPO-
MY ONTHMMAaJIbHBIMU JIJ1s1 00pa30BaHMs KJIETOK KCuJie-
MBI SIBJISIFOTCSI CyTOYHasl TeMmIiepaTypa Bo3ayxa 14—
15°C u ocagku 50—60 Mm.

3acyxa TpOBOLIMPYET W3MEHEHWE TUuApaBiInye-
CKUX CBOICTB (DOpMHUPYEMOIl APEBECUHBI U YMEHBb-
IIeH1E IIpUpocTa romnuHbIX Kojell (McDowell, 2011;
Deslauriers et al., 2014). CunbHast 3aBUCUMOCTb pa-
IVaJIbHOTO MpUpOCTa nepeBbeB Pinus sylvestris oT
JIETHe#l 3acyxu OTMeYeHa B JIECOCTEITHBIX DKOTOHAX
fora Cubupu (Tabakova et al., 2020). BropuuHbrii
POCT Cpenu3eMHOMOPCKUX XBOMHBIX AepeBbeB (Pinus
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Puc. 3. KamOuanbHasi akTUBHOCTb KaK YMCJIO ACJICHUI MHULMAJIei KaMOUsT B CTOPOHY (hJI09MBI /WU KCUJIEeMBbI, DOTOCUHTE3

(Ph) u o6miee nprxanue (R) B otnenbHbIe iepuoast 2001 T.

pinaster) BOOJb TpaguMeHTa KOHTHMHEHTAJIbHOM 3a-
CYIJIMBOCTH B OCHOBHOM 3aBHCEJI OT HAaJIMYUS BOIBI
U 00BSICHSII 10 64.7 % nucriepcuu pocTa paHHe ape-
BecuHbI (Arzac et al., 2018). B 3acynimnBbIX pailoHax,
TaKuX Kak paitoH Cpean3eMHOMODbSI, 3aCyxa MOXKET
OBITh BBI3BaHA HE TOJILKO HEIOCTATKOM OCaIKOB, HO
M BBICOKOII TeMmepaTrypoil Bo3ayxa. DTU YCIOBUS
BBI3BIBAIOT neUuMT maBneHusd napa (Williams et al.,
2012) n, crenoBaTeIbHO, CHIDKAET BOTHbBII MOTEHITAT.
Henocratok Biaru uaMeHsieT MHOTHE (DU3MOJIOTHYE-
CK1e 1 OMOXMMUYECKIE IPOIECChI B Pa3BUBAIOIINX~
CSl paCTUTENILHBIX KJIeTKaX 1, KaK CJIEACTBUE, NX MOP-
¢donornueckue mapamMeTpbl. MeTa-aHaau3 peakiuu
pacTeHuil Ha BOJIHBIA CTPECC BBISIBUJI YBEJIUYECHUE
KOJIMYECTBAa aKTUBHBIX popM Kuciopoga (APK) u
W3MEHEHHE coaepKaHus (epMEHTAaTUBHBIX U He-
¢bepMeHTaTUBHBIX aHTMOKCHUIAHTOB (Sun et al., 2020).
BonHeblit cTatyc TKaHeil 1epeBbeB BIMSIET Ha JIMTHU-
duKanmo Tpaxeua Kak paHHel, TaK U II030Hei gpe-
BECUHBI, a TAKKE Ha CTPYKTYPY JUTHUHA COCHBI OOBIK-
HoOBeHHOI1 (Antonova et al., 2019).
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Kambuanvhas akmusnocms u gpomocunmes

3aBUCUMOCTb MeXAY (DOTOCUHTE30M, OOLIIUM JIbI-
XaHUEM Y MPOAYKIUEH KaMOMEM KJIETOK KCUJIEMBI U
¢y105MBI B oTaebHBIEe TIepuoanl 2001 T. moka3aHa Ha
puc. 3.

IMponykuusi kamMbueM KJIE€TOK KCWJIEeMbl HMMea
OTHOCHUTENBHO CJIa0YIO TTOJIOXKUTEIBHYIO CBI3b C (pO-
TOCHHTE30M B T€UCHIE BCETO BEreTallMOHHOIO IIEPH -
oma (R> = 0.21, P < 0.05). OgHako B JIETHUE MECALIBI
HabJIIoaach Apyrasi 3aBUCMMOCTb. B 1ioHe u utoje
OHa ObLIa HESIBHOI WJIN OTPULIATEIbHOI, a B aBTyCTe
3aBMCHMOCTb JOCTOBEPHO Bo3pacrtana (R>=0.42, P<
< 0.05). OueBUAHO, YTO KOPPEJISILIUS MEXITY (POTOCUH-
TE€30M M AeJICHUEM KaMOUaJIbHBIX KJIETOK Ha KCUJIeMY
KOHTPOJIMPYETCSI KaK BHYyTPEHHUMU, TaK 1 BHEIITHUMU
¢dakropamu. OrpunarenbHas KOppeisiius, oOHapy-
JKeHHasl U1 MIOHSI U UIOJISI, MOXET OBbITh CBSI3aHa C
BBICOKMMM THEBHBIMM TEMIIEpaTypaMu BO3ayXa, Io-
nasisiommMu porocunTes. I1o mannbeiM IlepbaTioka
u coaBT. (1990), onTumanbHas TeMIieparypa Jijisi BU-
JTuMoro (oTOCHMHTE3a COCHBI OOBIKHOBEHHOM, ITPO-
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M3pacTamlleii B HacaxaeHun y o3zepa baiikan, co-
crapisier 16°C. B aBrycre, XoTs TeMIiepaTypa BO3ayXa
ObL1a OarornpusaTHA 111 POTOCUHTE3A, €CTh eIe O -
Ha 006J1acTh, TpeOylolast aCCUMUWIATOB. B 3T0 BpeMms
MPOUCXOAUT aKTUBHLIN CUHTE3 BEILIECTB BO BTOPUY-
HBIX CTCHKaX TOJICTOCTCHHbIX TpaxXen l'lO3JlHeI7I ape-
BECHHBI U, CICAOBATEILHO, HAOIIOAAETCS HEKOTOPOE
HAaIpsDKeHUE B TTIOTPEGICHUU (DOTOCUHTETATOB.

Koppensiuys Mexay nejieHueM KJIeToK KamMOus B
CTOPOHY (JIOAMBI U (HPOTOCUHTE30M JIOJKHA OBITh
MOJIOXKUTENbHOM, MOCKOJIBKY KJIETKH (DJI09MbI 00ec-
MeYrBaT TPAHCHOPT NPOAYKTOB poTocuHTe3a. Of-
HaKO MPSIMOM CBSI3W MEXIy 3THMU MoKa3aTeasiMu 3a
BECh CE30H IMPAKTUIECKHN He OBIT0, XOTS HAOIooaIach
3HaYMMas HeJIMHeiHas 3aBucuMocTb (R? = 0.32, P <
<0.05). Kak ymomMumHajaoCh BBIIIE, OITUMAJIbHAsI
TeMmIieparypa ISl IeJieHUusl KaMOMaJbHbIX WHUIIMA-
JIeii B cTopoHy (yioaMbl cocTasiseT 15°C (Antonova,
Stasova, 2015). B utone 2001 1., 0cOOEHHO B TPEThE
JeKane, cBs3b Mexay (OOTOCMHTE30M U aKTUBHOCTBIO
KamM6ust Bo (b103Me ObuIa oTpuLaTeabHOM (R> = 0.24,
P <0.01) uz-3a BbICOKOI1 Temmeparypsl (puc. 16). Takast
Ke OTpULATeNbHas 3aBUCUMOCTD (R? = 0.48, P < 0.05)
HaOJrronagach U B MOTOAHBIX yCaoBUsIX 1999 r. uz-3a
JIOCTYITHOCTH BJIaru U 0COOEHHO TeMnepaTypbl. B Ha-
yajie o 2001 T. oOMIbHBIE OCAAKU U TTOHKEHIE
JIHEBHBIX TeMIIepaTyp BO3Iyxa CIOCOOCTBOBaIU (DO~
TOCUHTE3Y U YCUJIEHUIO AeJIeHNSI KaMOMabHbIX MHU-
uaieit B ctopoHy yioaMbl (puc. 3). 3a cuet 3TOrO
YBEJIMYMBAETCS KOJIMYECTBO KJIETOK B TPAHCTIOPTHOI
CeTU M, Kak CJIeJCTBUE, YCUJIMBAETCS MOCTYILIEHUE
MpoaykToB (porocuHTe3a. [loaTomy neneHue kamou-
aJIbHBIX MHULIMAJIEH B CTOPOHY (PJI03MBI MOKa3ajao
CUJIBbHYIO MOJIOXKUTEbHYIO KOPPEIsnIo ¢ HhOTOCHH-
tezoM (R? = 0.96, P < 0.001) B Hauase urong 2001 r.

JlemeHne KJIETOK M POCT pacTsKeHUEeM TPeOyIoT
OIpeneSIeHHOTO YPOBHS BomHoro moteHmmana (Nona-
mi, Bouer, 1990; Cosgrove, 1997; Antonova, Stasova
1993; 2015). HegaBHO OBUIO MOKa3aHO IPSIMOE BIIMSI-
HHE BOITHOTO MOTEHIIMAJIa Ha TYPTOPHOE pacIIpeHne
kierok (Cabon et al., 2020). Hamm naHHbIe moKa3bIBa-
10T, YTO 3aBUCUMOCTh OOpa30BaHMSI KJIETOK KCUJie-
MblI/(JI03MBI KaMOMeM OT (DOTOCMHTE3a BO3HUKAET ITPU
oIpelieJICHHOM COYeTaHNU TeMIIEPaTypPhl M OCAIKOB.

Kambuanvnasa axkmuenocms u ovixarue

JbIxaTeabHasi akTUBHOCTb Y AWHAMUKa JeJIeHUM
KaMOUaJIbHBbIX KJIETOK B CTOPOHY KCUJIEMBbI W/UJU
¢10aMBI TIpencTaBieHbl Ha puc. 3. B ce3one 2001 .
KOppeJsiLivs MEeXIy AbIXaHUEM U KaMOUaJIbHOU aK-
TUBHOCTbBIO ObLIa OTPULIATENILHOM B MIOHE U uioJie (R* =
=0.48, P < 0.05) 1 MOJOXUTENBHOI B aBrycre ¢ R? =
=0.78 (P<0.001). Y nepeBbeB COCHbI OOBIKHOBEHHOI B
OopeaIbHBIX YCIIOBUSIX OOHApyXKeHa MOJIOXKUTETbHas
JIMHEHAsT 3aBUCUMOCTb MEXIY CpeIHEeMEeCSYHBIM

IBIXaHMEM CTBOJIA AepeBa B TE€UCHUE BEreTAllIOHHOTO
IeproAa U CKOPOCTBIO pOCTa MO AUAMETPy CTBOJIA
(T.e. 0Opa3oBaHUEM U pacCIIMPEeHUEM KJIETOK KamOus)
(3abyra, 3a0yra, 1985; 3arupona, Ky3un, 1998; Zha
et al., 2004, 2004). Kak u B ciaydae ¢poTOCHMHTE3a,
KOPPEJSLIMS MEXIY IbIXaHUEeM U aKTUBHOCTBIO KaM-
Ous1 BapbUpOBaJia B 3aBUCUMOCTHU OT IIEPUOAOB BETe-
tauuu. Koppessius OblIa OTpULIATEILHOM B MIOHE U
ntose (R?>=0.48, P < 0.05) ¥ IOJIOXXUTEIBHOM B aBry-
cre (R? = 0.78, P < 0.001). O4eHb CUJIbHASA 3aBUCHU-
MOCTb MEXITY YMCJIOM KMBBIX KJIETOK KCUJIEMbI U BBI-
nenenueMm CO, B aBrycte O6bpuia oOHapyxeHa y Pinus
cembra L. B LleHTpanbHOIT YacTh AJIBIT, XOTS aKTUB-
HOCTb Kam0Ous npekpatuiiach (Gruber et al., 2009). B
ycaoBusx Bocrounoit Cubupu (Poccust) neneHue
KaMOUsI IIPOA0JIKAJIOCH 10 KOHIIA aBrycra (puc. 2). B
STOT MNEpPUOod MHPOUCXOAUT YTONIIEHUE BTOPUYHOM
CTeHKM MOo3aHUX Tpaxeua. CUHTE3 KOMIIOHEHTOB
KJIETOYHOI CTEHKU TpeOyeT MHOIO 3HEpPruu, OCO-
OEeHHO Tpaxeun ITO3AHEN MPEeBEeCUHBI, KOTOPEIC Ha-
MHOTO TOJIIIE, YeM Y KJIETOK paHHEel ApeBecuHbI. Ta-
KUM 00pa3oM, BbICOKM ypoBeHb BhlaeseHus CO, B
aBrycre (puc. 3) CBUIETEJIbCTBYET B OCHOBHOM O Ha-
KOIUJIEHMH OMOMAacChl BO BTOPUYHBIX CTEHKAX MO3/I-
HUX Tpaxeu. 3aTpaThl AbIXaHUS Ha IIPOMXYKIIUIO KJTe-
TOK KCWJIEMbI KaMOreM (M paguaibHbIA POCT) B 3TO
BpeMs: MeHble. Koppensdius Mexmy nbixaHuem U
JIeJIeHeM KaMOMaIbHBIX KJIETOK B CTOPOHY (hJI09MBI
B TeueHue Beretauuu 2001 r. ObUIa CIa0OMOIOXM-
tenpHOU (R? = 0.16, P < 0.05). ComtacHo (Ryan,
1990), xxuBbIe KJIeTKHU (p103MbI P. contorta n P. cembra
COCTaBJIIOT JTUIIb 7% BCeX CTBOJIOBBIX KJIETOK M HE
BHOCSIT CYIIIECTBEHHOTO BKJ1aaa B BolaeseHue CO, B
TeYeHUe BereTallMOHHOTIO repuoaa. B ycinoBusx xo-
JIOMHOTO KJIMMAaTa, KOIlma KOJMYeCTBO KIIETOK (pio-
5MbI B TOIUYHBIX KOJIbIIAX POCTA YBEJIMYNBACTCSI, KaK
9TO HAOJIIOIAETCSl HA CEBEPHBIX TEPPUTOPHSIX (Stock-
fors, Linder, 1998; Gricar, Cufar, 2008; ActpaxaHiieBa,
AnTtoHOBa, 2011), B3aMMOCBSI3b MEXIY ObIXaHUEM U
MPOAYKIIMEH KaMOUaIbHBIX KIECTOK (PJIOOMBI MOXKET
YCHJIMBATbHCS.

Omaoxcenue buomaccst u d)omocuﬂme3

OcHoBHas 6uomacca rofMYHbIX KOJIell HaKarlIu-
BaeTCd BO BTOPUYHBIX CTeHKax Tpaxeun. [lepBuuHbIe
CTEHKM Tpaxeu, 00pa3oBaHHBIE KAMOUEM, COIEPKAT
7—8% Bceil 6uoMacchl, HAKOTUIEHHOW B TOOUYHOM
cjloe peBECHHBbI 3a BereTallMOHHBII MEpPHUON
(Grozdits, Ifyu, 1984). B ycnoBusx Bocrounoit Cu-
oupu popMHpOBaHNE TOIUUHBIX KOJIEI APEBECUHEI B
CTBOJIaX COCHBI OOBIKHOBEHHOM MPOAOIKAETC C Ha-
yajia/cepearHbl Masl 10 KOHIIa/CepeINHBI CEHTSIOPS.
Hauano u koHel 00pa3oBaHUsI KOJIEI] 3aBUCST OT TEM-
neparypbl Bo3ayxa. HakorleHue BelllecTB B CTEHKAX
Tpaxeua paHHel IpeBECUHBI OOLIYHO MPOUCXOAUT B
WIOHEe—MIOJIe, a B MIO3IHEN — ¢ KOHIIA UIOJISI 10 cepe-
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IWHBI/KOHIIA CeHTSI0pss (Antonova, Stasova, 1993;
1997). CreHKM TpaxXeu paHHE JpeBECUHbI COAEPKAT
MEHBIIIe OMOMACCHI, YEM ITO3[HEN, YTO HAIIPSIMYIO
3aBUCHT OT IIPOAOJIKUTEILHOCTH PAa3BUTHS KJIETOK B
30HE BTOpUYHOrO yrojieHust (AutoHoBa; Cracosa,
1992; Antonova, Stasova, 2015).

B 1999 r. roguuHbIe KOJIblIa B CTBOJIAX Hayau
dopMupoBaThCsl B HaYajie Masl, 1 3TOT IIPOLIECC ITPO-
JIOJIKAJICSI IO CEpEeIUHBI CEHTIOps. B BereTallmoOHHbIN
nepuof 2001 r. Tpaxeuabl paHHEH ApeBeCUHbI (POCT U
BTOPUYHOE YTOJIIEHUE CTEHKM) Pa3BUBAJIUCH C KOHIIA
Masl 10 KOHLIa UI0JIsI, a Tpaxeuabl TTO30HEN IpeBecu-
HBI — C KOHIIA MIOHSI IO CepearHbI CeHTSI0ps. Hakoruie-
HUEe OMOMACCHI, BBIpaXXEHHOE B IPUPOCTE IUIOLIAIM
MOIEPEYHOIO CEYEHNS CTEHOK Tpaxeud, U U3BMEHEHUS
¢doTOoCHHTE3a U ABIXaHUS B OTJIEJIbHEIC TTIEPUOIbI Ce-
30HO0B 1999 un 2001 rr. mpencTaBiaeHbI Ha puc. 4.

B 1999 u 2001 rr. nMHaMuKa HaKOIUIEHUsI OMO-
MacChI B CTeHKaX TpaxXeu ] TOMMYIHBIX CJIOEB AIPEBECH-
HBI B CTBOJIaX COCHBI OOBIKHOBEHHOM ObLTa OMMO-
JTaJIbHOM ¢ MAKCMMYMaMU B MIOHE 1 aBrycre (puc. 4),
XOTs B MIOJIe 3TUX CE30HOB MMEIUCh Pa3Inyus I10
TeMItepaTrype M BiaaxXHoOCTH. (puc. 1). bumomansHast
JMHaAMUKa IeTTOHUPOBaHUsI GroMacchl HabJonaIach
B MIEPUOJ €KETroqHOro (hOPMUPOBAHUSI IPEBECUHBI B
Larix sibirica Ldb. (Antonova, Stasova, 1997) 1 otMe-
yajioch (Qaderi et al., 2019). Bto 00ycyiOBIEHO pa3-
JIMYUSMU BO BPEMEHU Pa3BUTHUSI TIEPBUYIHON U BTO-
PUYHOM CTEHOK Tpaxeul PaHHEU U IO3IHEU OpeEBe-
CHUHBI TTpU (POPMUPOBAHUY APEBECUHBI Y XBOMHBIX U
coyeTaHWEeM BHEIIHUX (PAaKTOPOB B 3TU ITEPUOIbI
(Antonova, Stasova, 2015).

®dortocuHTe3 B UIoHe, utoie 1 aBrycte 2001 r. ObLI
B 1.6, 1.5 u 1.1 paza Boiie, yem B 1999 r. OgHako B
utoHe 2001 T. MpUpOCT TUIOMIAAN KJIETOUHON CTEHKU
(AS) coctaBu TonbKo 0.89 ot naHHbIx 1999 1. B utose
IUIOLLAIE KJIETOYHBIX CTEHOK B TOMMYHBIX c1osax 2001 .
6bu1a B 1.82 pa3a Goblile, 4eM B TOM ke Mecsiiie 1999 r.
(8110 mpotus 4456 Mxm?). TIpoueccsl cUHTE3a TIPU
Pa3BUTUM BTOPUYHBIX CTEHOK paHHUX TpaXeu Mpo-
TeKajm 0onee nHTeHCUBHO B utoje 2001 1. n3-3a yBe-
JIMYEHUST KOJIMYeCTBa OCaJKOB U MOHUXEHUST TEM-
nepatypsl Bo3nyxa. B aBrycre 2001 r. BeIIameHue
6uomMacchl coctaBuiio 0.75 mo cpaBHeHUIO ¢ 1999 .,
13-3a pa3HuLbl B ocagkax (80.7 u 29.3 MM coOoTBeT-
CTBEHHO).

B 2001 r. Koppeasauuss MexXay OpUpPOCTOM OHO-
Macchl 1 GOTOCHHTE30M OblIa OTPUIIATEIIBHOM B MIOHE
(R*=0.38, P<0.05) u mione (R>=0.86, P<0.001) 1 ro-
JIOKUTENbHOI B aBrycre (R>=0.93, P <0.001). B aB-
TyCTe-CEeHTSIOpe CBsI3b OoJiee aeKBAaTHO ONMCHIBAIACH
MOJIMHOMUAIBHOI KpuBoii (R2 = 0.98, P < 0.05). Bro
MpearojaraeT ONTUMAJIbHBIN YPOBEHb (DOTOCUMHTE3A,
3a IpeaesiaMu KOTOPOIO €ro MPOAYKThl MOTYT OBITh
HCIIOJIb30BaHbl B KaKOM-JIMOO Opyrom mpolecce. B
1999 r. koppeasaLus MeXIy IIPUPOCTOM OMOMACCHI 1
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(hoTOCHHTE30M ObLIa MOJIOKUTEILHON B Mae—UIOHE
(R?=0.89, P<0.05) u aBrycre (R>=0.94, P < 0.001)
U oTpuuaTenabHoit B utone (R? = 0.12, P < 0.05).

CBs3b MeXIy ASTTOHUPOBaHNEM OOMacChl U Po-
TOCHMHTE30M B pPa3HOE BpeMs Ce30Ha He BCerda sICHa,
XOTSI OYEBMIHO, YTO CUHTETUYECKME IPOLECChl B
KJIeTKaX 3aBUCST OT CyOCTpaTOB, MMOCTYNAIOILINX B pPe-
3yJabTaTe (OTOCUHTE3a. DTO CBUIETEIBCTBYET O KOH-
KypeHLIMHU 32 GOTOACCUMMWJIISITHI B POCTOBBIX ITPOLIECCAX
B U3MEHSTIOIIMXCS yeitoBusix. CieayeT TakKe UMETh B
BUY, YTO HAKOIUIEHUE OMOMACCHI 3aBUCUT OT JbIXa-
HUSI U €ro KOMIIOHEHTOB, SHEPIUsI KOTOPHIX PacXo-
JIyETCs HA KJIETOYHBIC TTPOLIECCHI.

Omaoorcenue buomaccwt u Ovixanue

CyMMapHOe AbIXaHWE, pACCUMTAHHOE JJIsI OTAETb-
HBIX IIEPUOIOB BereTalilMuoHHOro nepuona (puc. 4), cre-
LU(UIECKU CBSI3aHO C MPOLIECCAMU POCTa KJIETOK.

B ce3one 1999 r. Koppensinusi MexXay AeTOHUPO-
BaHHEM OMOMACCHI U IbIXaHUEM OTJIMYaaach OT TAKO-
Boii B 2001 1. 13-3a N3MEHEHUST BHEITHUX (paKTOPOB,
B OCHOBHOM ocankoB (puc. 1a). OHa ObLi1a ITOJIOXKM-
tenbHOM (R* = 0.25 ipu P < 0.05) Ha INpOTSKEHUA
BCeil BereTalnu, OueHb BLICOKO B Mac—uioHe (R =
=0.92, P<0.001), 3aMeTHO cHUXa1ach B utose (R*> =
=0.38, P < 0.05) u cHOBa MOBHKILIIAJACh B aBryCTe—
ceHTsaA6pe (R? = 0.60, P < 0.05). OcobeHHO CUIbHAas
KOPPEJSAIUS MEXKIY OTIOXKEHHEM BEIIEeCTB KIIETOU-
HBIX CTEHOK W IbIXaHWeM, OOHapyXeHHas IJIsT Masl,
MPEAIoJIOXUTEIbHO, OblJIa CBSI3aHA C OJIAarONpPUsIT-
HBIMU OCaJIKaMU 1 TEMIIEpaTypoi BO3ayxa, KOTOphIe
obecIrieunBajIl BCE pOCTOBbBIE MTPOLIECCHI TPOAYKTAMU
¢doTocuHTE3A.

B 2001 r. HakoTUIEHNE OMOMAaCChl BO BTOPUYHBIX
CTeHKaX Tpaxeus cJiabo MOJIOXUTEILHO KOPPEIUpPO-
BaJIo ¢ npixaHueM (R? = 0.14, P < 0.05), ecau paccuu-
THIBaTh Ha BECh BereTallMOHHBII MIepro. AHAJTOTUYHAs
CBs13b Habmonanach B mtoHe (R2 = 0.13, P < 0.05), Torna
KaK B MIojie OHa ycwmBanachk (R? = 0.66, P < 0.05).
VBenuueHre 3aBUCUMOCTH B MIOJIE BEPOSITHO CBSI3a-
HO C pasInuusIMU MEXIY aKTUBHOCTBIO (PM3UOJIOTH-
YeCKUX MPOLIECCOB U UX MOTPEOHOCTHIO B 3Hepruu. B
HIOJIE 3TO HEOOXOOMMO JJIsI CMHTE3a BEIEeCTB BTO-
PUYHBIX CTEHOK Tpaxewu paHHei npeBecuHbl. OmHa-
KO, OHM UMEIOT 60Jiee TOHKYIO CTEHKY [0 CpaBHEHUIO
¢ TpaxeugaMu mo3aHeit npesecuHbl. [103TOMY MOBHI-
LIEHME JIbIXaHUsI MOXET OBITh Pe3yJbTaTOM APYIUX
OMOXMMUYECKUX MpolieccoB. B aBrycre—ceHTs0pe, B
MEepUOS, BTOPUYHOIO YTOJILEHUSI CTEHOK TpaXeunI
Mo3AHel NpeBEeCUHBbI, CBA3b MEXIYy HaKOIUIEHUEM
61oMacchl M AbIXaHWMEM CTAHOBUTCSI TTOJIOKUTEITHHOM
(R?=0.40, P < 0.05). Y cocHBI OOLIKHOBEHHOI 10X~
HOI Taliri KOPPEeSLNs MEXIY pagdalbHbIM MPUPO-
ctoM cTBoj1a 1 GPP HeckombKo ocitabeBaeT B KOHIIE Jie-
Ta o cpaBHeHMIO ¢ ero HavyaioM (Chan et al., 2018).
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DTO CBUIETEIBCTBYET O TOM, UTO IPYTHe TTPOIIECCHI B
IepeBe, KpoMe CMHTe3a KOMITOHEHTOB CTEHOK, TO-
TPEOJISIIOT SHEPTUIO B 3TOT MePUOA BPEMEHU.

CpaBHeHue gaHHbIx 1999 u 2001 rr. mokaszalio,
4yTO oO11ee AbixaHue B uoHe 1999 1. 6pu10 B 0.94 pasza
MeHbIe, yeM B uioHe 2001 r., a mpupocCT IUIoIaau
BTOPUYHOI KJIETOYHOU CTEHKM ObUI OOJbllIe B
1.12 paza. IIponykTuBHOCTH (POTOCHHTE3a B HIOHE
2001 r. 6b1a B 1.6 pasa Bbllie, ueM B 1999 r. B urone
2001 r. nprxanue 6110 Beero B 1.08 pasza BblllIe, yeM B
1999 1., Torma xak mpupoct 6uomaccel B 2001 1. ObLI
B 1.82 paza Bhliite, uem B 1999 1. B aBrycrte 2001 r ipo-
IYKTUBHOCTB (hOoTOCHHTe3a Oblia BhIIe B 1.46 pasa,
yeM B 1999 r. [1pu 3TOM IIPUPOCT IUIOIIAAN BTOPUY-
HBIX KJIETOYHBIX CTEHOK ObLT B 1.3 pa3za Oosbliie B
1999 r., yem B aBrycte 2001 1., XOTSI IPOAYKTUBHOCTh
¢dotocunTe3a u apixanue 6 HUXE (0.89 1 0.9 ot
3HayeHuil 2001 I. COOTBETCTBEHHO). 3HAYMUTEIBHO
OoJiee BhIcOKasi OMoMacca, HaKOIUIEHHasl B CTEHKax
KJIeToK B aBrycre 1999 r. mo cpaBuenmio ¢ 2001 r., mo-
Ka3bIBaeT, YTO MPOAYKTHI (POTOCUHTE3a PaCXOAYIOTCS
B OCHOBHOM Ha HakoIUIeHue 6uoMacchbl. CHUXKEHUE
JIernoHupoBaHus omomacchl B aBrycre 2001 1. mipo-
M30IIUIO, BEPOSITHO, WH3-3a OOMJIBHBIX OCAIKOB
(puc. 1) M HU3KON aKTUBHOCTU OHMOXMMUUYECKUX
MPOILIECCOB B 3TUX ycJoBUsX. ITo-BuauMomy, nbixa-
HUE POCTa U IOAAepXKAaHUS TaAKXKe U3MEHSIIOTCS TIPU
U3MEHEHUU BHEIIHUX (haKTOPOB B 3TU MECSIIbI, YTO
JIOJDKHO BJIUSITH Ha IEMOHUPOBAHUE OMOMACCHI.

IMTonyyeHHBbIE MaHHBIC YKAa3bIBAIOT, YTO JIETIOHU-
poBaHMe OMOMACChI B KJIETKaX TOAUYHBIX KOJIEIL B Te-
YyeHUe ce30Ha 3aBUCUT OT KojiebaHuit (poTocuHTE3a
(Ph) u npixanus (R), a UX COOTHOILIEHME 3aBUCUT OT
TeMIIepaTypbl U BjlaroobecreueHHOCTU. Mi3MeHeHre
otHomeHuss Ph/R B 3aBUCMMOCTH OT TeMIlepaTyphl
IMOKa3aHo Ha puc. 5.

B Hagane ce30HHOro pocTa BHICOKOE 3HAYeHUE
otHomreHnsT Ph/R 1ipu oTHOCUTEIbHO HU3KOI TeM-
repaType yKa3blBaeT Ha 3HAYUTENIbHbIN WH30BITOK
MMPOIYKTOB (hOTOCHHTE3a IT0 CPABHEHMUIO C 3aTpaTaMM
Ha neixanwe (puc. 5). IloBBIIeHWE TeMIlepaTyphl
BO3/IyXa YMEHbBIIIAJI0O COOTHOIIIEHUE, T.e. MoTpebie-
HHUE acCCUMWIATOB Ha IBIXaHWE IPEBHIIIAI0 UX IT0-
cTymieHue oT (poTtocuHTe3a. B Havane nioHs 1999 T.
MTOHMKEHUE TeMIlepaTyphbl BO3ayxa, Ha000pOT, yCu-
JIMJIO TIOCTYTUIEHWE (DOTOACCUMUIIITOB M OTHOCH-
TEeIbHO YMEHBIIMIO WX MOTpeOJIEHWE POCTOBBIMU
npoiieccamu. B pe3ynbTaTe HaKOTUIEHUE OMOMAacChl B
KJIETOYHBIX CTEHKaX YBeJIMInBaaoch (puc. 4a). B Be-
rerauroHHbIN nepuox 2001 1. BIusiHUE TeMITepaTyphl
Bo3nyxa Ha Ph/R 6bu10 c1abo BbIpaxkeHo U3-3a oca-
KOB B MIOJIE, B OTJIMYHE OT BCETO OCTAIBHOTO CE30Ha,
3a UCKJII0OUeHMEeM CeHTSIOps (puc. 50). CBs3b MexXIy
JNETTOHUPOBaHUEM OMOMAcCChl, CyOCTpaThI I KOTO-
POIf TTOCTYTAIOT B pe3ybraTte (DOTOCMHTE3a, M 3aTpa-
TaMW Ha JBIXaHWe, SHEPTeTMYECKUM IoKa3aTeleM
3TOTO Mpoliecca, TaKkKe MOXET ObITh BbIpaxkeHa OT-
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HolieHrneM CO,, NomIoIIeHHOTO NpU (OTOCHUHTESE,
Kk CO,, BbIIEIUBIIEMYCS IPY IbIXaHUU. M3MeHeHusI
cootHolteHus ¢orocuHTe3/npixanue (Ph/R) 1 6uo-
Macchl B KJIETOYHBIX CTeHKaX 3a ce30HbI 1999 u 2001 rT.
MpeaCTaBIIeHBI Ha puc. 6.

CpenHeMecstunble 3HaueHust Ph/R B 2001 r. 6bu1M
BhIIe, yeM B 1999 1. (0.60, 0.51 u 0.46 onst uioHS,
WIOJISI U aBI'yCTa COOTBETCTBEHHO). OTHOIIIEHUE TP~
pocta 6uomaccsl B 2001/1999 1T. B 3TU MecCSIIbI CO-
craBwio 0.89, 1.82 1 0.75 cOOTBETCTBEHHO. DTO yKa-
3BIBACT, UTO HAKOIUICHME OMOMACCHI B CTEHKAX KJIE-
TOK He Bcerga 3aBucut ot Ph/R (puc. 66) u uto B
IEPEBbAX CYLICCTBYIOT OPYTrUe IPOLECCHI, BIHUIO-
III1ie Ha CTBOJIOBOE IbIXaHUE U YTWIN3alu1Io (poToac-
CUMUJIATOB. MakcuMalbHOE OTJIOKEeHHUEe GMOMAacCChl
IIPOXOIMJIO B aBI'yCT€ O0OMX CE30HOB, KOIa 3aBep-
IIAJIUCh HEKOTOPBIEC POCTOBBIE IPOLIECCHI B ICPEBE, U
OCHOBHBIM CYOCTpaT-3aBUCUMbBIM MPOLIECCOM OBLIO
HaKOILJICHUE BEIIECTB BO BTOPMYHBIX CTEHKAX Tpaxe-
W No3mMHel npeBecuHbl. HeoXnmaHHO BEICOKOE OT-
HoiieHue Ph/R B utosie 1999 r. 1 10BOJIBHO BBICOKUIA
ypoBeHb B 2001 1. mpm OTCYyTCTBMM 3HAUYNTENBHBIX 3a-
TpaT Ha CUHTE3 OMOMACChl CBUIETEIBCTBYIOT O IpY-
rux (U3NOJIOTMUYECKUX IpolieccaX, B KOTOPHIX MC-
MOJB3YIOTC (poToaccuMIATHL. YBeaumdeHne Ph/R
OTMeYaNoch TakKe B Havane ceHTss0pst 2001 r., korma
3aBeplIAIMCh BCE POCTOBbIE MIPOLIECCHI Y AEPCBbEB.

ODHUM M3 TIPOLIECCOB MOXET OBITh CMHTE3/pac-
naj Kpaxmaja. MI3aMeHeHUs 3aIllaceHHBIX KpaxMallb-
HBIX TpaHyJ U Kamejlb JUIMUAOB A0 peaKTUBaLNU
KamMOMs 1 BO BpeMs1 GOPMUPOBAHUS KIIETOK KCUJIEMBI,
a TaK3Ke YBeJIUMUEeHHE ColepKaHUs KpaxMaja B KOHIIE
BereTallMOHHOIO Ilepuoaa oTMedaiauch (Sauter, van
Cleve, 1994; Cynaukosa u 1p.; Oribe et al., 2003; Hoch,
Korner, 2003; Begum et al., 2010, 2013).

Crparerust pa3BUTHUSI TPOIIMYECKUX IEPEBHEB B
OTHOILICHUWM HAKOIVICHUA KpaxXxMmaJja v JIMITUI0B 6blﬂa
noapooHo usyuyeHa (Herrera-Ramirez et al., 2021).
MBI HabTI0Ja]TM U3MEHEHUST COAePXKaHUSI Kpaxmalia
BO ¢JioaMe (KJIeTKM JIydeil M OCeBOM MapeHXUMBI) U
KcujeMe (KJIeTKU Jydeit 1 CMOJISTHBIX X0m0B). Kpax-
MaJjl, paHee HAKOIUIEHHBII B KJI€TKaX KCUJIEMBI 3a
CUET aKTUBAlMK (POTOCUHTE3A C HAYaJIOM Bereralm-
OHHOTO TIepHo/a, pacmajicsl K KOHIy Mas—Hadaiy
nioHsd. KpaxmajbHbIe TpaHyJIbl B KJIE€TKaX KCHJIEMBbI
BHOBb MOTYT ITOSIBUTHCSI B cCepeaHE—KOHIIE aBTyCTa,
Korga (hOTOACCUMMUIISITBI UCHONB3YIOTCS HE TOJBKO
JIJIsI BTOPUYHOTO YTOJIIEHUsI TpaxXew I MO3aHel ape-
BECHHBI, HO U JUIsI CHHTe3a KpaxMaJia (1 JIMIIUI0B) B
KadecTBe 3arraca yriaepoaa. Kpaxmai B cTpyKTYpPHBIX
KOMITOHEHTax (JI09MEBI 60Jiee MOABIKEeH. JInHaMKa
colepxXaHUs KpaxMmada (B 6ajljiax) B KJIeTKax JIydeid u
0CeBOIi MapeHXMUMBbI (PJI03MBI B ce30HbI 1999 1 2001 rr.
npeacTaBjieHa Ha puc. 7.

McuesHoBeHMe KpaxMajia B JiydaX M OCEBOI mMa-
peHxuMe (a03Mbl B utojie 1999 r. (puc. 7a) u omHO-
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Puc. 5. isameHeHust TemnepaTypsl (CpenHeil 3a mepuon) u oTHoleHust porocunTes/npixanue (Ph/R) B oTnenbHbIe meproabt

1999 (a) 1 2001 (6) IT.

BpEeMEHHOE HEOOBIYHOE YCUJIEHUE OOIIEro AbIXaHUs
(puc. 4a) MOTYT CBUIETEIbCTBOBAThL 00 OKHUCICHUU
Kpaxmajsa, OTJIOXMBIIIErocsi B KJjieTKax Jy4yeil ¢iio-
sMbl. B TeueHue BerertanmoHHoro repuona 2001 T.
cojliepxKaHue Kpaxmasa Bo (hJioaMe MEHSJIOCh B 3aBU-
CUMOCTH OT IIOTOOHEBIX yciaoBuii (puc. 76). K Hagany
U101 HaOMI0JaIOCh KMCYE3HOBEHUE KpaXMabHBIX

3epeH B JIYYEBBIX KJIETKaX W YBEJIMUECHHUE B OCEBBIX
KJIeTKaX MapeHXUMbl. 3HAYUTEIbHbIE OCAIKU B UIOJIE
yeunmnm potocuHTe3. ConepkaHue Kpaxmasa 1 pas3-
MEp MX 3epeH B KJIeTKax Jydba cHavajla CHUXKaJIUCh, a
3aTeM K aBTyCTy HEYKJIOHHO Bo3pacTaiu. B aBrycre
2001 r. ycmauioch IbIXaHUe, YMEHBIINIOCH OTI0XKE-
HUe OMoMacchl B KIJIETOUHBIX CTEHKAX KCUJIEMBI

OHTOI'EHE3 TtomM 54 Ne 5 2023
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Puc. 6. OtHoieHue dhorocuHTte3/npixanue (Ph/R) 1 npupoct rioiaay nonepeyHoro ceyeHusi CTeHoK Tpaxeun (AS, MKM2) B

otaenbHbIe Tiepuonst 1999 (a) u 2001 (0) net.

(puc. 40), u N30BITOK (pOTOACCUMUIISITOB OTIOKMIICS
B BUE Kpaxmaja KaK B KjIeTKax (hJIoaMEbl (puc. 70),
TaK U B JIy4ax KCUJIEMBbI.

Takum o6pa3oM, BHEILIHME (DAKTOPHI PETryIUPYIOT
OajaHC MEXIY MOCTYIUIeHHEeM (pOTOACCUMIISITOB U
pacxoioM 3HEepPruu Ha (PU3NOJOTUIYEeCKUE U OMOXM-
MUYECKHE IIPOILECCH. DTO, B CBOIO OUYEpElb, BIMSIET
Ha HaKOIUIEHHE OMOMAacChl B KJIETOYHBIX CTEHKAaX
Ne 5 2023

OHTOI'EHE3  ToM 54

KCHUJIEMbI COCHBI M 3artaCaHUE yIjepoaa KakK nCTo4d-
HHWKa SHEPIruu i poCTOBLIX ITPOLECCOB.

3AKJIIOYEHHME

BriepBbIe n3ydeHa MpoayKINS KJIETOK KCUITEMBI 1
¢J105MBbI KaMOMEM U HAKOILJIEHWE OMOMACChI B CTEH-
KaX KJICTOK KCUJIEMBbI, IPOAYKTUBHOCTb (DOTOCUHTE-
3a ¥ CTBOJIOBOTO JIBIXaHUS yV IepPEeBbEB COCHBI OOBIK-
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Puc. 7. Conepxxanue kpaxmaia (6ayuibl) B Jiyyax u oceBoit napeHxume ¢iaosmbl B 1999 (a) u 2001 (6) rr.

HOBEHHOI1, mpouspacraioiux B Bocrounoit Cubupu
(Poccust) B oTaenbHble MEPUONbI IBYX CE30HOB C
KOHTpAaCTHBIMMU JICTHE-ITOIOAHBIMUN YCJIOBUAMMU. ,HC—
SATEJBHOCTb KaMOUSI, TIPOAYLIMPYIONIETO KJIETKN KCH-
JIeMBI 1 (JIOOMBI, 3aBHCEJIa OT TEMIIEPaTypPhl U OCaI-
KOB, HO TIpEXIEe BCETO OT MX COBMECTHOTO IEeHCTBUS
Ha (pOTOCHHTE3 U ObIXaHHWE B TE€UEHME BCETO CE30HA.
N3meHeHuss BHemIHMUX (HaKTOpOB OTHOBPEMEHHO
MOOYJMPYIOT (POTOCUHTE3 U JIBIXaHUE, YTO, B CBOIO
odyepeab, BIUACT Ha ACATCIIbHOCTD KaM6I/IH n pasBu-
THE ero Ipom3BoAHBIX. HakorieHue Omomacchl B
CTEHKAaX KJIETOK pa3BUBarONIeiicsI KCUJIeMe CTBOJIOB

COCHBI OOBIKHOBEHHOUW MPOXOMWJIO B Mac—UIOHE W,
IJIaBHBIM 00pa3oMm, B aBrycTe Mpy pa3BUTUU TOJICTO-
CTEHHBIX Tpaxeu Mo3aHel npeBecuHbl. Kaxnbiii 13
3TUX BPEMEHHBIX WHTEPBAJIOB XapaKTEpU3OBAJICS
OINTUMAaJIbHBIMU TeMIepaTypamMu Kak st (hOTOCUH-
Te3a, TaK U AJIs1 ABIXaHWUSI, UTO TTOJOXUTETBHO CKa3bI-
BaJIOCh HAa OTJIOXKEHUU OMOMACCHI B KJIETOYHBIX CTEH-
kax. Monudukaiysi BHEIIHUX (paKTOPOB U3MEHSIET
OajlaHC MeXIy TTOCTYIUIEHMEM aCCUMWISITOB U UX
pacxonoM Ha SHEPreTUYECKUE 3aTPaThl, YTO, B CBOIO
oyepeb, BAMSET Ha UCTOJIb30BaHUE MPOAYKTOB (po-
TOCUHTE3a /ISl HAKOILJIEHUsI OMOMAacChl B KJIETOYHBIX
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CTEHKaX IepeBbEB COCHBI OOBIKHOBeHHOU. CHITKe-
HYEe MOTPEeOHOCTU B (poToaCCUMMIISATAX AJIs OUOCHH-
Te3a CTPYKTYPHBIX KOMIIOHEHTOB CTEHOK TpaXeul
MIPUBOINT K UX U30BITKY, KOTOPHIH 3amacaeTcs B BU-
Jle KpaxMajia KaK UCTOUYHUK SHEPTUU 151 POCTOBBIX
npolieccoB. Hallim gaHHble yOenuTeIbHO MOKa3aiu,
YTO HAKOTUIEHWE OMOMACCHI B CTEHKAX TpaxXeun ro-
JUYHBIX KOJIELI COCHbI KOHTPOJIMPYETCS COYeTaHUEM
TeMIIepaTyphl BO3/IyXa U OCAJIKOB, BIUSIOIINX KaK Ha
doTocuHTE3, TaK M Ha nObpIxaHWe. Takoil Tmomxon K
OlIeHKE BJIIMSHUS BHEITHUX (paKTOpOB Ha (OTOCHH-
Te3 U JbIXaHWE TO3BOJISICT Jy4llle TOHUMAaTh POCTO-
BBIE IIPOIIECCHI B IEPEBE M Pa3BUTHE KIIETOK KCHIIEMBbI
B pasax nuddepeHIUALIIN.

OueBUIHO, YTO TaKWe KOMITOHEHTBI JbIXaHUS,
KaK IbIXaHWe POCTa U IBIXaHWE TTOMIepsKaH’s, U3Me-
HSIOTCSI B 3aBUCHMMOCTH OT TeMIIepaTyphl BO3Iyxa 1
BJIar00OECIIEUEeHHOCTU U, B CBOIO OYE€pelb, BIUSIOT
Ha JeIMOHUPOBaHNE OIOMACCHl B CTEHKAaX TPaXeuI.
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Xylogenesis, Photosynthesis and Respiration in Scots Pine Trees Growing
in Eastern Siberia (Russia)

G. F. Antonova'-*, V. V. Stasova!, G. G. Suvorova?, and V. A. Oskolkov?
ISukachev Instute of Forest, SB of RAS, Krasnoyarsk, Russia
2Siberian Institute of Physiology and Biochemistry of Plants, SB of RAS, Irkutsk, Russia
*e-mail: antonova_cell@mail.ru

Wood formation (xylogenesis) in trees depends on photosynthesis and respiration. Temperature and precip-
itation affect photosynthesis and respiration and accordingly growth processes in a tree. We studied xylem and
phloem cell formation, cell wall biomass accumulation, photosynthesis productivity, and trunk respiration in
Scots pine trees growing in eastern Siberia (Russia) in the years with contrasting summer-weather conditions.
The number of cells in the differentiation zones and the morphological parameters of the cells produced by
the cambium were determined on samples taken mainly after 10 days of the growing season from the trunks
of 10 trees. The activity of cambium and the accumulation of cell wall biomass at individual stages of tree ring
wood formation and their relationship to the photosynthetic productivity of the crown and the cost of stem
respiration were assessed. The division of cambial cells into xylem or phloem sides depended on the combi-
nation of temperature/precipitation in separate periods of the season and on reactions of photosynthesis and
respiration to these factors. Biomass accumulation was bimodal with maxima in June (development of early
wood) and predominantly in August (development of thick-walled late tracheids). This was due to the optimal
combination of air temperature and moisture, which provided a sufficient influx of assimilates and their low
consumption by respiration. It is shown that cambial activity and accumulation of biomass in the cell walls of
Scots pine annual wood rings depend on the cumulative effect of temperature and precipitation on photosyn-
thesis and stem respiration throughout the growing season. Fluctuations in external factors changed the bal-
ance between the inflow of photoassimilates and their utilization. As a result, photoassimilates were used not
only for the synthesis of cell wall biomass, but were also partly converted to reserve substances, in particular,
into starch. Our study expands understanding of the internal processes that lead to the formation of wood un-
der the influence of external factors.

Keywords: Pinus sylvestris L., cambium activity, biomass, photosynthesis, respiration, temperature, precipi-
tation
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HekoTopble MHAYKTOPHI cTpecca 3HaoIIa3MaTudeckoro petukyiayma (DI1P) cnmocoOGHBI BIUSATH Ha MO-
JIBMXKHOCTh HOPMaJIbHBIX U OITYXOJIEBBIX KJIETOK. OIHAaKO HEM3BECTHO, KAKUE MEXaHU3MBbI OITOCPEAYIOT Ta-
Koii 3 deKT U saBJsieTcs 11 oH cienctBueM ctpecca DIIP. Llenbio Hallleit paboThI SIBJISUIOCH UCCIeI0BAaHUE
BIMsIHUA UHOyKTopa ctpecca DI1P mutnorpeurona (ATT) Ha Mopdonaornueckue mpru3Haky, OTpakKaloiiue
JIOKOMOTOPHBIE€ CBOMCTBA KJIETOK, a TAKXKE HEITOCPEICTBEHHO HAa MUTPATOPHBIC CBOMCTBA KYJbTUBUDPYE-
MBIX IepMaJIbHBIX (prOpobiacToB n KiieTok pudbpocapkombl HT 1080 yenoBeka. Mb1 mokazanu, uro JITT
BBI3bIBAET HApYIIIEHUE OPraHU3allMi aKTUHOBOTO IIUTOCKEeJIeTa B 000MX THUIIAX KJIETOK, YTO COTIPOBOX/IA-
€TCsl U3BMEHEHUEM KJIETOYHOU MOBEPXHOCTU U (DOPMBI KJIETOK, a TAKXKE YMEHbIIIEHUEM TUIOLIAAN UX pac-
rutacteiBaHus. KpoMe Toro, B nepMmaibHbIX (hribpobiiacTax HabIroAan0Ch YMEHbIIEHUEe KoandecTBa Gho-
KambHbIX KOHTaKTOB. I TT Takske cCHM>Ka IMOABUKHOCTD A€PMaJIbHbBIX (MOP0OOIaCTOB M KJIIETOK (hrubpocap-
KoMbI. [IJ1st aHamM3a KJIeTOYHOM MOJIBUXXHOCTU U OTIpee/ieHUsI MOMEHTa BOBHUKHOBEHUS €€ UBMEHEHUS
MBI pa3paboTaiu MeToH, MOKa3aBLIUi, YTO U3MEHEHUE MUTPATOPHBIX CBOUCTB KJIETOK (prbpocapKoMbl
npu KynstuBupoBanuu ¢ JITT HauMHamoCh paHbllle, YeM B IepMaibHBIX (ubpobactax. Takum obpaszom,
aktuBanus crpecca DIIP ¢ momomrbio ATT conmpoBoxmaeTcss U3BMEHEHUEM OpTaHU3alMK aKTHHOBOTO 1M -
TOCKeJIeTa M TOABUKHOCTA B HOPMAaJIbHBIX M OIMYXOJIEBBIX KieTKax denoBeka. CliemoBaTelbHO, CTpecc
BI1P, 3anmyckaemblii pa3TnYHBIMU UHAYKTOPAMU C PA3HBIMU MEXaHU3MaMU J€MCTBUSI, BIUSIET Ha MOABUX-
HOCTb HOPMAJIbHBIX U OMYXOJIEBBIX KJIETOK, YTO HEOOXOAMMO YYUTHIBATh MPU pa3dpaboTKe MPOTUBOOITYXO-
JIEBBIX IIPEIapaToB, BRI3BIBAIOIINX I'MOEIIb KJIIETOK Yepe3 akTuBaiuio crpecca DI1P.
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BBEAJEHUWE

OnpeneneHHbIe XMMUYECKIE BEIIECTBA W YCIOBUSI
OKpPYKaIoIlel Cpeabl MOTYT HapylllaTb OMOCUHTETHUYE-
CKME MPOLIECCHI B KJIETKAX, BhI3bIBAsE N30BITOYHOE 00-
pa3oBaHrEe 1 HAKOIUICHNME B SHIOIUIA3MaTUYECKOM pe-
tukynyme (OIIP) moBpeXAeHHBIX U HENpPaBUJIbHO
YJIOXXEHHBIX OeJIKOB, YTO IIPUBOIUT K COCTOSHUIO,
Kotopoe Has3biBaeTcst crpecc DITP (Oslowski, Urano,
2011; Sicari et al., 2020; Typuiesa u ap., 2022). B oter
Ha ctpecc DIIP B kireTke pa3BuBaercs: (prU3MOIOrNIe-
cKasl agalTUBHO-KOMIIEHCATOpHAsl peakliusl, U3BeCT-
Hasl KaK OTBET Ha HEIIPaBMJILHO CBEPHYTHIC OEJIKM, VTN
UPR. Ecmu ¢ momomipio aktuBanmu UPR ymaercs
BOCCTaHOBUTb HOpMaJIbHOE (hyHKIIMOHpoBaHue DI1P,
TO KJIETKA BBDKMBAET, €CJIM 3TOIO HEe IIPOUCXOIUT, TO
aKTUBUPYETCS KJIETOUHAS TNOEIb.
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IIporeocTas gBISIETCS YaCThIO OOIIET0 MEXaHM3-
Ma TIoAiepXKaHuUs KJIETOYHOTO roMeocTasa, 1 Mo3To-
My HeperyaupyeMslii crpecc DITP paccmarpuBaeTcs
KaK BaxXHBINA (aKTOp, KOTOPHII MOXET ITPUBOIUTH K
Pa3BUTHIO HelpoaereHepaTUBHBIX 3a0oneBaHuii (Hetz,
Saxena, 2017) u TymoporeHesy (Limia et al., 2019).
Otmeuaercs, uto UPR MozkeT cTaHOBUTBCS BasKHBIM
¢dakTOpOM B 3JI0KaUECTBEHHOM TpaHchopMaluu U
pOCTE OIyXOJIeii MyTeM BIMSIHUS Ha MATPALIVIO Y MHBA-
31I0 OITyXOJIEBBIX KJIETOK, PEMOIEINPOBAHNE BHEKIIE-
TOYHOIO0 MaTpuKca, MOIUMUKALIMIO KICTOYHBIX aare-
31, SMNUTEINAIbHO-ME3¢HXUMHBII IIepexon, MOMYJIsI-
LIMIO CUTHAJILHBIX ITyTei, CBSI3aHHBIX C TTOABIKHOCTHIO
KJIETOK, T.€. Ha BCE MIPOLIECCHI, B KOTOPBIX 3a1eiICTBO-
BaH nuTockeset (Limia et al., 2019).

B HacTtosiee BpEMA HAKOIVIEHO MHOI'O JaHHBbIX,
Kacarmuxcd MOJICKYJIAPHBIX MEXaHMU3MOB aKTHUBa-
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o ctpecca DI1P, curHaapbHBIX KACKag0B, BEAYIIINX
K BbDKMBAHUIO WJIM TMOEIM KJIETOK, a TaKXKe CITIOCO-
0oB nHaykuuu crpecca DIIP (Corazzari et al., 2017,
Almanza et al., 2019; TypumeBa u ap., 2022). Dkcre-
pUMEHTaILHBIMM MHIyKTOpamu crpecca DI1P sBnsttoT-
Csl caMble pa3Hble XUMU4Yeckue areHTbl. Cpenu Hanbo-
Jiee pacIpOCTPAHCHHBIX — TYHWMKAMUIIMH, KOTOPBIi
Hapyiaet N-miuko3uiupoBaHue 6eakoB B DIIP (Yoo
et al., 2018); Tamcuraprud, UHTMOMPYIOIINIT padboOTy
kaHaiaoB SERCA B DITP 1 TeM caMbIM BBI3BIBAIOIINIA
HapyleHue Metaboar3ma Kanblius (Wu et al., 2019);
6opTe3oMud — cnenuduIecKrit UHTMOUTOP MpoTea-
com 208, onokupyromuii cucremy DI1P-accoumupo-
BaHHOM nerpaganuu 6enka (ERAD) u BeI3bIBaronuii
HaKOIJICHUE HEIPaBWIbHO YJIOXEHHBIX OEJIKOB B
OTITP (Briining et al., 2009), u autuotpeuton (ATT),
Hapyatol1uii opMmupoBaHue S—S cBsi3eit y CUHTe-
3upyembix 6eakoB (Ren et al., 2018).

CrenyeT OTMETUTb, UTO HEKOTOpbIE MHIYKTOPHI
ctpecca DI1P gBnsioTCsa MeTUIIMHCKUMU TIperapaTa-
Mu. Tak, HampuMmep, TYHUKAMULIMH — aHTUOUOTUK
(Ren et al., 2018), 6opTe30MHO — MPOTUBOOIYXOJE-
BBII TIpeTtapaT, UCIOJIb3YEMbIii IJIsI IEUSHUSTI MHOXKE-
CTBEHHOM MHUEJIOMBI M1 HEKOTOPBIX HEXOMKKIHCKIX
JmumdomMm (Curran, McKeage, 2009), Taricuraprud —
Tak>Ke IIPOTUBOOMYXOJIeBEIN areHT (Wu et al., 2019) u
MOTeHUMAIbHBIN MTPOTUBOBUPYCHBIN Tpemnapar (Al-
Beltagi et al., 2021). Ho moMuMo BIMSIHUSI Ha IIPO-
TE€OCTa3 3TU BEIllECTBA MOTYT OKA3bIBATh BIUSHIE Ha
pa3Hble KJIETOUYHbIe (DYHKLIMU U XapaKTEPUCTHUKMU.
DTO 0COOEHHO BaxKHO B CBSI3U C TEM, UTO, HAIIpUMeED,
MpU Teparuy U JICYUCHUU OITyXOJIEBbIX 3a00eBaHUIA
BO3ICHCTBUIO TTOABEPraloTCs He TOJIBKO MAaTOJI0THIe-
CKM U3MEHEHHbIE, HO 1 HOPMAaJIbHbIE KJIETKU Opra-
HusMma. Tak, HanpuMep, MOKa3aHoO, YTO TAIICUTAPTUH
WHIYyLIUPYET aronTo3 B OMYyXOJIEBbIX KJIETKaxX JUHUU
A549, omHaKO y BBIKMBIINX KJIETOK BBI3BIBACT U3ME-
HeHUe (DOpMbI M HapylleHUe OpraHu3alui aKTUHO-
Boro uurtockeieta (Wang et al., 2014). TyHuKaMuimH
MOXET CIIOCOOCTBOBATH AIllONTO3Y U MOBHBIIIATH YyB-
CTBUTEJILHOCTh PAKOBBIX KJIETOK K XUMHUOTEPATUN U
JiydaeBoit Tepanuu (Jung et al., 2012; Wu et al., 2018),
TaKUM 00pa3oM ycTpaHsIsa 3P@PEKT YCTOMIYNBOCTH K
XUMUOTEpPaAreBTUYESCKUM TiperapaTtaM. B apyrux mc-
clieqoBaHUSIX ObUIO TOKa3aHO, YTO TYHUKAMUIIMH
YCUJIMBAET MUTPALIMIO OITyXOJIEBBIX KJIETOK KHILIEY-
Huka (Gundamaraju et al., 2021), yTto OymeT Takke
crocoOCTBOBaTh OoJiee aKTUBHOMY MeTacTa3upoBa-
Huo. BopTesoMu® wHAynMpyeT ayTodarmdecKyro
rubeib B KYJIbTUBUPYEMbIX KIJIETKAX SHIOTENIUS 4e-
snoBeka HUVEC, npu 3ToM KJI€TKU BBITSITUBAIOTCS,
CTaHOBSTCS BEPETCHOITOJOOHBIMU M OTPOCTYATHIMU,
HaOJrogaeTcss BakyoJm3auus umuroruiasmbl (Belloni
etal., 2010). AHanu3 DTaHHBIX JIUTEPATYPhbl 1AET OCHO-
BaHUS MOJaraTh, YTO MpPU IeiCTBUM TYHUKAMUIIMHA
(Kohno et al., 1979), tanicurapruxa (Foldi et al., 2013) u
6opre3omuda (Briining et al., 2009; Belloni et al., 2010)
MMPOUCXOAUT M3MEHeHUe (DOPMbI KYJIbTUBUPYESMBIX

HOPMAaJIbHBIX U OITyXOJIEBBIX KJIETOK, MPUYEM DTOT
a(deKT HOCUT 0OpaTUMBIIA XapaKTep.

OpHako, ¢ 4eM CBSI3aHBI TaKWe U3MeHeHUsT hop-
MBI KJIETOK B OTBET Ha MHAYyKIIMIO cTpecca DITP, He-
n3BecTHO. Kpome 3Toro, Bompoc o ToM, OTIMYaeTCs JIn
peakust Ha ctpecc DITP y HopMaJIbHBIX 1 TTATOJIOTAYE -
CKU M3MEHEHHBIX KJIETOK, IIPEICTaBJIsIeT U MTpakTuie-
CKUi1 nHTEpec. B cBA3M ¢ 3TUM LieJIbIO Hallleil paGoThI
ObLIO MICCIIEIOBATh BIIMSIHUE PACIIPOCTPAHEHHOTO 9KC-
repuMeHTaIbHOro uHIyKropa crpecca OIMTP — ITT —
Ha MOpGOI0rMIecKe IPU3HAKY, OTPAKAIOIIIE JIOKO-
MOTOPHBIE CBOMCTBA KJIETOK (KJIETOYHASI [IOBEPXHOCTb,
¢dopMa 1 rIoIIaak KJIETOK, COCTOSTHUE aKTUHOBOTO 1M~
TOCKeJIeTa, KOHTAKTHI KJIETOK C CyOCTpaTOM), a TaKKe
HETMOCPEICTBEHHO Ha MUTPAaTOPHBIE CBOCTBA KYJIBTH-
BUPYEMBIX HOPMaJTbHBIX U OITyXOJICBBIX KJIETOK YeJIOBe-
Ka COEMMHUTEILHOTKAHHOTO MPOUCXOXICHUS — Jep-
MaJbHBIX (UOPOOIIACTOB M KIIETOK (PHMOPOCAPKOMBI
HT1080.

MATEPUHAJIbI U METO/bI
Kyavmusuposanue kaemok

Kierku BbipaliMBaiyd B CTaHAAPTHBIX YCIOBUSIX
(+37°C u 5% CO,). depmanbHble HGUOPOOIACTHI Ye-
JjoBeka, mpenoctaBieHHble E.P. Annpeesoit (MH-
CTUTYT MEOUKO-Oroyormdeckux Ipoobiem, PAH),
KyasTuBupoBaiu B cpeae DMEM/F12 (ITan®ko, Poc-
cus), comepkaieit 10% sMOpMOHATBHOI CHIBOPOTKHI
teneHka (FBS, Biosera, ®panuus), 2 MM L-miyramu-
Ha (ITan3Dko) 1 60 MKr/MJI aHTUOMOTHKA FTeHTAMUILITHA
(beamennpenapatsl, benapycs). Kietku ¢pubpocap-
koMbl yestoBeka JuHum HT1080, mpenocraBieHHEIE
N.N. Kupeeoim (HUH puszuko-xumMudeckoin 0mo-
Jgoruu uM. A.H. benozepckoro, MI'Y um. M.B. JloMo-
HOCOBA), KyIbTuBUpoBanu B cpene DMEM (ITanDko)
¢ TeMHM Xe nobaBkaMmu. KireTku maccupoBaiyi cMeChIO
pactBopoB TpuricuHa (ITan®ko) u Bepcena (ITanDko) B
cootHouteHuu 3 : 7. [Ipu mpoBeaeHNN 3KCIIepUMEH-
TOB JiepMaJTbHBIC GMOPOOIACTHI M KIEeTKU (hprubpocap-
KOMBI BbICaXKMBajJM B Yallku IleTpu B KOHIIEHTpa-
muu 30000 1 40000 xi1./MJI, COOTBETCTBEHHO, WIN B
yaiiky ITeTpu ¢ MOKPOBHBIMU CTEKJIAMU B KOHIIEH-
tpauu 25000 u 30000 KJ1./MJI, COOTBETCTBEHHO, U
KYJIbTUBUPOBaIu B TeueHue 24 4. Yepes 24 4 KoHAU-
LIMOHUPOBAHHYIO cpeny B yaiikax [leTpu 3ameHsIn
Ha CBeXYylo cpeny, comepxkamyio 2 MM JITT (Pan-
ReacAppliChem, I'epmanusi). B KOHTpOJIBbHBIX Yalll-
kax IleTpy KOHAMIIMOHUPOBAHHYIO CPENY 3aMEHSIU
Ha cBexyto cpeny 6e3 [ITT. Cpok KyJTbTUBUPOBAHUS
kiteTok B mpucytctBum A TT cocraBisin 24 4.

Ckanupyrowas snekmpornas mukpockonus (COM)

ITokpoBHBIE cTeKJIa C KJIeTKaMM IPOMbBIBAIN
docdaTHO-coeBbIM OydepHbIM pacTBopoM PBS
(pH 7.4, Merck, CIIIA) 5 MuH 1 3aTeM (GUKCUPOBAJIN
2.5% pactBopom rytapoBoro anbiaeruna (Ted Pella
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Inc., CIIIA) B TeueHue 1 4. 3aTeM KIETKM Ha CTEKJIaX
OTMBIBaJIN OT prkcaTopa ¢ nomolibio PBS 3 paza o
5 MUH 1 00€3BOKUBaIU B X010AHOM (+4°C) aTaHO/IE
Bo3pacTalouieif KonueHTpauuu (ot 40 go 96% c ma-
roM B 10%, 2 cMeHbI KaXmoil KOHILEHTpaluu II0
10 muH). Jlanee oOGpaslibl MPOBOAWIU IO CMECSIM
aneroHa (Peaxum, Poccust) ¢ aTaHOJIOM C ITOCIe10Ba-
TeJIbHO BO3pacTalollei KOHIeHTpanueii atieroHa (1 : 3,
1:1,3:1;3 cMeHBI KaxXaoii cMecH o 5 MUH). 3aTeM
00pa3iibl MOMeIady B YUCTHIN alleTOH Ha | 4 1 BhICY-
IIUBaJIM B KPUTHUUECKOM TOuKe. BricylieHHBIE 00-
pasubl nokpbiBanu 1—2 HM Au—Pd menkoii. O6pas-
11bl aHAJIM3UPOBAIHN C TOMOIIBIO CKAHUPYIOIIETO BJIEK-
TpoHHOro Mukpockorna JSM-6380LA (yckopsiolee
Hanpsckenue 20 kB; SEI mode, JEOL, SInonust).

Llumoxumuueckoe u UMMYHOUUMOXUMUUECKOE
Mapkuposanue

Kierku Ha MOKpOBHBIX CTeKJax (MUKCUpOBAIU
4% pactBopoM ¢opmanbaeruaa (Peaxum), pasBeneH-
HbIM B PBS. Jlajiee 1151 (MTOXHMHYECKOTO BEISIBJICHU S
nojmMepru3oBaHHOro F-akThHa KJIEeTKM Ha CTeKjiax
nHkyouposanu ¢ 0.005 mMr/mn ¢damionanHa, Me4eH-
Horo TRITC (terpametwnponamuH B uzotuoima-
Hat) (Merck), Bo BiaxHoii Kamepe ripu +37°C B Te-
yenue 30 MuH. 115 MIMMYHOIIMTOXMMHYECKOTO MAPKH-
poBaHusA GUKCUPOBAHHbBIE (POPMAJIBAETUIOM KIIETKU
nepMeabunuzoBanu ¢ noMmoinpeo 0.1% Triton X-100
(Serva, I'epmanust). JIns BeIsSIBIEHUSI BUHKYJIMHA WC-
TOJIb30BaJIM ITEPBUYHBIE MBIILIMHbIC MOHOKJIOHAIbHBIE
aHTuTea K BUHKYJIMHY (Merck) n BTOpUYHBIE MOHO-
KJIOHAJIbHBIE aHTUTesa Ko3bl K IgG mbimm (Thermo
Fisher Scientific, CIIIA). Anpa Bu3yanu3upoBaiu
nomoiubsio DAPI (4',6-guaMuanHo-2-GheHUIUHIO0M)
(Merck); npemnapatsl 3akmodanu B Mowiol (Hoechst,
I'epmanust). O6pa3ubl aHAJIM3UPOBAJIM C MTOMOIIBIO
WHBEPTUPOBAHHOTO (hJIyOPECLIEHTHOTO MUKPOCKOTa
Axiovert 200M (Zeiss, I'epmanus) (00beKTUB X63
PlanApo NA 1.40 Oil), cHaOXXeHHOTO YepHO-0esoit
mudpoBoit Kamepoii Carl Zeiss AxioCam (Zeiss Ax-
iocam 202 mono, I'epmaHust), © MOTOPMU30BAHHOTO
WHBEPTUPOBAHHOTO (hJIyopeclieHTHOTo (pa30BO-KOH-
tpactHoro Mukpockona (Keyence BZ-9000E BIORE-
VO, Boston Microscopes, CIILIA) (0o6bekTuB X 60 Pla-
nApo NA 1.40 Oil).

HPMJK’I/BHeHHaﬂ CoeMKa KAemokK

IMprXU3HEHHYIO CheMKY ITPOBOIMIIN C UCTIOIB30-
BaHUEM CIlellMaJbHON WHKYOAllMOHHOI KaMmephl,
MOOAEPKUBAIOIICH TeMmepaTypy cpeldbl Ha ypOBHE
+37°C. CuHue 1 GuroJIETOBbIE 001aCTH CIIEKTPA CBE-
Ta, WCIIOJb30BABIIETOCS [IJIS OCBEIIEHUSI KaMephbl,
OTCEKaJI C TTOMOIIBIO cBeTOPUIBTPOB. KiieTku B He-
00XOIMMOM KOHIEHTPALMU BBICAXWBAJIM B YallKU
IMetpu. Criyctst 24 4 KyJIbTUBUPOBAHUSI KOHAUIIMO-
HUPOBAaHHYIO CPey 3aMEHSIIA CBEXEM Cpefoit, coaep-
xameit 2 MM JTT (st 3KcrieprMMeHTaATbHBIX YallleK
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Ilerpu), wnu He conepxaiteit ATT (11 KOHTPOJIBHBIX
yamrek I[letpu). danee yamuku [leTpu yctaHaBIuBaIu
B KaMepy 1Sl TpUXKU3HEHHBIX HabmoneHuii. CheMka
KJIeTOK B yamke IleTpu mpousBoauIach Kaxiable
90 MUH B TeYEHME CYTOK C MOMEHTa Hayaja 3KCIle-
pUMeHTA.

Obpabomka u aHaau3 pe3yrbmamos

O0OpaboTKa TOJYyYeHHBbIX M300paskeHuit MpOoBO-
IWJIach IIPU ITOMOIIM MPOTPaAaMMHOTO OOeCIIeYeHUSI
(ITO) Fiji. M3aMeHeHue TUIOIIANM paCIIacThIBAHUS
KJIETOK OLIEHUBAJIOCh TIPU U3MEPEHUU TUIOIIAIN TO-
BEPXHOCTH, OTPAaHUYEHHON KJIESTOYHBIM KOHTYPOM.
Tpaektopyun IOBUXXKEHUSI OTAEIBHBIX KJIETOK OBLIU
MoJIyueHbl C Tomolbio raruHa MTrack]. Pede-
PEHCHOI TOYKOM ITPpU OTCIEKMBAHUM KJIETOK CITY>KIT
reomerpuueckuii neHTp sapa (I'lIA) kaxnoit u3 HuX.
I'IA — 3T0 ueHTp TSZKECTH IJIsSI MHOXECTBA LIEHTPOB
MacC OTHOPOIHOI TeOMEeTpUIeCKOM (PUTYpPHI Ha TDIOC-
KOCTH, KOeil 1 sIBJIsIeTCSI M300pakeHue KJIeTOYHOTO
sanapa. Busyanuzamust M KoJUTaXXKUpPOBaHUE TOJTy4eH-
HBIX TPEKOB KJIETOYHOI IIOABUKHOCTU IIPOBOIWINCH
MpU TIOMOIIU Cpelbl CO3MaHUSI U PEeIaKTUPOBAHUS
n3oopaxennii CorelDRAW.

Cmamucmuyeckuili aHaau3

CraTuCTUYECKMI aHAJIU3 MOJIy4eHHBIX BEIOOPOY-
HbIX 3HAUYCHM I TUIOIIAAU pacIIacThIBAHUSI, KOJIUYe-
cTBa (DOKAJIbHBIX KOHTAKTOB M MapaMeTPOB KJIETOU-
HOM ITOIBVKHOCTH P OBOIMIICS IIPU ITOMOIIY BCTPO-
eHHBIX ITakeToB I1O Graphpad 8.0. CpaBHUTEIBHBII
aHaJIM3 KOHTPOJBHBIX 1 3KCIIEPUMEHTATbHBIX TPYIIII
MIPOBOAMJICS C MCIIOJIb30BAaHMEM HelapaMeTpuye-
ckoro aByctopoHHero U-kputepns ManHa—YuUTHN.
IIpu nonyyeHuu p-3HaveHus <0.05 pazauuus caura-
JIUCh CTAaTUCTUYECKU 3HAYMMBIMU.

g aHanmn3a KJIeTOYHOM MOABMXKHOCTU U OIpe-
JIeJIeHUsT MOMEHTa BO3ZHMKHOBEHUSI €€ M3MEHEHUS
MBI pa3paboTajin MeToHd, SBISIONINICS aganTaiuei
AACt meToga. OcHOBHas uiaesl Halllero MeTona 3a-
KJII0UaeTcs B KOJIWYECTBEHHONW MaKCUMU3aLUUU Je-
TEKTUPYEMbIX OTJINYMii, CBI3aHHBIX C U3MEHEHUEM
XapakTepa MOABMXKHOCTU (UOpoOIaCTOB U KJIETOK
smaun HT1080. ITpu aHaau3e MBI BBEJIM CIICAYIOLINE
METPUKU: CPEIHSISI CKOPOCTh B KOHTPOJIBHOM U 3KCIIe-
PUMEHTAIBHOI IpyInax, METPUKA Pa3HOCTH YCPETHEH-
HBIX 3HAYEHU I CKOPOCTY KOHTPOJILHOM U 3KCITEpPUMEH-
TaJIbHOI TpyHIl 110 Momymo (AV) m MeTprKa OTIMIKS
KaxKI0To MHAMBUAYaIbHOTrO u3dMepeHus oT AV (AAV).
IMpu nanbHeiileM BO3BeIeHNN BEIIECTBEHHOTO YKCIIA
(B HaILIEM cJIy4yae 3Ty POJIb B3sjia Ha ceOsT KCITOHEH -
Ta) B crenieHb AAV .y — AAV ¢y /ca/c3) Maddeperim-
pymoruii 3(pPEeKT MacIITabupPyeTCs IS ITOCISIyIOIIei
uHTepnperauu. TakuM o0pa3oMm, WIS KaKIOro U3Me-
penmst ckopocTH Tipu neiictBum A TT Oblin moJrydeHbI
BeMIUHBL (EXPAAV oy — AAV c1/co/c3)), Pacpe-
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Konrtpons

(6)

TYPUILLEBA u np.

Puc. 1. Bmussrue ATT Ha hopMy, paciiaCTaHHOCTb U MUKpOpeJibed KIETOYHOI MOBEPXHOCTU IepMaJIbHBIX (pOp006II1acToB (a, B)
U KJ1eToK hubpocapkomsl (0, 1), COM. (a, 6) Koutpons; (B, T) 24 4 Bo3aeiictBust I TT. MaciutabHblil oTpe3ok — 10 MKM.

JeJIeHre KOTOPBIX IIPUBEICHO Ha pUc. 8. 3aTeM KaxK-
IbIil CTONOEI] U3 IKCIIEPUMEHTAIBHOM IPYIIbI U3-
MepeHUit ObLI BBIACJIECH LIBETOM C UCMOJIb30BaHUEM
YCJIOBHOTO  (OpMaTUPOBAHUS  3TUX  BEJIUYUH
(eXPAAV e AAVici/coc3)- TlonpobHee wmeton
orucad B pazaeine “PE3YJIBTATDHI”.

PE3YJIBTATbI
Ananuz kaemouHoill noeepxHocmu

C nomomipio COM MBI TIpoaHAJIU3UPOBAJIN T10-
BEPXHOCTh JepMabHBIX (PUOPOOJIACTOB M KIIETOK
¢dudpocapkombr HT1080 (puc. 1) B HOpMasIbHBIX
YCIIOBUSIX KyNbTUBUpOBaHUS U T11pu nevicteum A TT.

B HopMaJIbHBIX YCIOBUSIX KYJIbTUBUPOBAHUS B
MOMYJISIUUU IepMaJibHbIX (hubpobaactoB (puc. la)
MPUCYTCTBOBAJIA KJIETKM Pa3HOil (hOPMBI: BEpETeHO-
BUAHBIE, OTPOCTYATHIE, C PA3HOM CTETNEHbIO MOJISIpU3a-
1uu. KjieTouHble OTpOCTKY UMENU Pa3HYIO JUTMHY U 3a-
KaH4YMBAJINCh umononussMu. Bee KileTk ObLIM TOH-
KMMH, XOPOLIO pacIulaCTaHHBIMU, CO CIIaKEHHBIM
MukpopenbedoMm mnoBepxHocTu. [locne BoznelicTBust
JTT nadmonanock n3MeHeHne (GOpMBI U pelibeda 1mo-

BEPXHOCTU AepMajibHBIX (ubpobdaacToB (puc. 1B):
KJIETKM CTaHOBMJIMCH 00Jiee BBIMYKJIBIMU U “TIOIKA-
TBIMU”, UX OTPOCTKHM — 00Jiee TOJCTHIMU U pelibed-
HBIMM, Ha JOP3aJIbHOM MOBEPXHOCTHU KJIETOK ITOSIB-
JISUIMCH OYTpUCTHIE U CKJIagJdaThie 0Opa30BaHUS.

B monynsmuu kiietok ¢pubpocapkKoMbl B HOpP-
MaJIbHBIX YCJIOBUSIX KyJIbTHMBHpOBaHUs (puc. 10)
TMIPUCYTCTBOBAIM KJIETKU pa3HOit (hOpMBI, TaKkKe C
pa3HOIi CTEIeHbIO TIONSIPU3alMM U PacIiacThIBaHUSI.
Jop3anbHasi TOBEPXHOCTh KJIETOK ObLIa TOKPhITA MHO-
JKeCTBOM MMKPOBOPCUHOK U CKJIanoK. [Tocne Bo3neii-
crBust ATT nHaGmonamock naMeHeHre (hopMbI U pejibe-
¢a moBepXHOCTH KJIETOK (pruOpocapKoMhbl (puc. 1r):
KJIETKY TIOIKUMATCh M CTAHOBWJIMCH 0o0Jiee BBITYK-
JIBIMU, Ha WX TIOBEPXHOCTU OTMEYATICh MHOTOUHCIICH -
Hble (OWIOMIOANU U B3AYTUSI, MOP(OJIOTUYECKH TTOXO-
K1 Ha Te, KOTOphIe (DOpPMUPYIOTCS IpK 0J1e00MHTE.

Takum obpazom, JITT BeI3bIBAT MOMKMMaHUE KITEe-
TOK U UBMEHEeHUe (popMbl Yy 000UX TUTTOB KjieTok. Ha-
OII0maIoCh TakKKe M3MEHEHHE ITOBEPXHOCTU (hud-
po0OJIacTOB U KJIEeTOK (hrmOpocapKOMBI, HO 3TU M3Me-
HEHMS HOCWUJIU Pa3HbIA XapakKTep.

OHTOTEHE3 Ne 5
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Kontpons

(0)

345

ATT

(r) 40 MKM

Puc. 2. Bmussaue JITT Ha cocTosiHUME aKTMHOBBIX (hPMJIAMEHTOB JIepMajIbHBIX (priOpo061acToB (a, B) U KIIETOK (hMOPOCApKOMBI
(6, r). lIuToxuMuueckoe BBISIBICHUE aKTMHOBBIX (PMJIAMEHTOB C ITOMOIIBIO (a/uionanHa, KoHblorupoBaHHoro ¢ TRITC
(kpacHblil; sapa okpaieHs B cunuil 1BeT DAPI). (a, 6) KoHTpons; (B, T) 24 1 BosaeiictBust T T. MacmtabHbIi oTpe3oK — 40 MKM.

AHanuz akmunogoeo uumockeaema

M3MeHeHnst popMbl M TIOBEPXHOCTU KJIETOK CBSI3a-
HbI C COCTOSTHUEM aKTUHOBOTrO Liutockenera. [loatomy
Mbl MMPOAHAIM3UPOBATIN AKTUHOBBIU IIUTOCKEJIET JEP-
MaJIbHBIX (PUOPOOIACTOB M KJIETOK (DPUOPOCAPKOMBI B
HOPMaJIbHBIX U ODKCIIEPUMEHTAJIbHBIX YCJIOBMSIX
KyJIbTUBUPOBAHUSI.

B HopMasibHBIX YCIOBUSIX KYJIbTUBUPOBAHUS B
JepMaJIbHbIX (prbpobdIacTax Ha MepeaHeM Kpae Mo-
JIIPU30BAHHBIX KJIETOK BBISIBJISIIACH TLJIOTHasl CETh
aKTUHOBBIX (DMUJIAMEHTOB, B LIEHTPAJIbHOM YaCTH KJie-
TOK ceTb ObLIa OoJiee pa3pekeHHas (puc. 2a). AKTUH
TaKXe BBISIBJISUICS B KJIETOYHBIX OTPOCTKax U (puiio-
noausx. B meHTpasmbHOI M XBOCTOBOI 4acTH KJIETOK
MPUCYTCTBOBAJIN TOJICThIE U MPSIMbIE IMYyYKHU aKTUHO-
BbIX (PMIIAMEHTOB, TTO-BUAUMOMY, MPENCTABISIOIINE
coboit crpecc-pubpmel. [Ipu neitcreum ATT Ha-
Oogaiach Ae30pTraHMU3alivsl CUCTEMbl aKTUHOBBIX
¢unamMeHTOB (pHC. 2B): MyYKU aKTUHA, XapaKTepHEIE
JUTSI KOHTPOJIbHBIX KJIETOK, CTAHOBUJIMCh MEHEE BbI-
paXeHHBIMU WU OTCYTCTBOBaiu. Kpome Toro, Bbi-
SIBJIEHUWE aKTUHOBBIX (DMJIAMEHTOB B KOPTUKAJIbHOM
30HE OTUYETJMBO YKa3bIBAJIO HA TO, UTO KJIETKU MEHSI-

OHTOTEHE3 Ne 5
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M CBOIO (pOopMy M XapaKTep pacIlacTbIBaHUS Ha
cyocTpare, a TakKe CTAaHOBUJIMCh OTPOCTYATBIMU.

B knerkax ¢pmnbpocapkKoMbl B HOPMaTBHBIX YCIIO-
BUSIX KYJbTUBUPOBAHMUS BBISIBJISIJIACH XOPOIIIO BbIpa-
JKeHHas CeTb KOPTUKAJIBLHOTO aKTUHA U boJiee pa3pe-
JKEHHasl CeTb aKTUHa B LIEHTPAJIbHON YacTU KJIETOK
(puc. 26). Ilydykun akTMHOBBIX (PUTTAMEHTOB HE BbISIB-
JISITUCh WM ObLIU KOPOTKUMU U XaOTUUYECKU OPUEH-
TUPOBAHHBIMU. MeXIy COCEIHUMMU KJIE€TKaMU 4acTo
OB BUIHBI TOHKKE BBIPOCTHI, colepXKalllue akKTUH
U TSHYIIIMECs] OT OMHOM KJIETKU K IPyroi B BUIE MO-
ctuka. I[1pn nevicreum JATT ximeTku pmOpocapKoMBbI
CTAaHOBWJIMCH OoJjiee TOMKATBIMU U OTPOCTYATHIMU
(puc. 2r). HabGmropmanock ycuieHHE OKpalllMBaHUsI
aKTUHa KakK B 30H€ KOpTeKca, TaK U B LIEHTPAIbHOM
YacTU KJIETOK, YTO, TO-BUINMOMY, CBSI3aHO C YMEHb-
IIEHUEM TIJIOLIAIU PACILIACThIBAaHUS U MOMXKUMaH-
eM KJIeTOK. JIJITMHHbIE HUTEBUIHBIE BBIPOCTHI, TAHY-
IIMecs: MeXIYy COCEIHUMU KJIeTKaMU, MpU IeiCTBUN
ATT coxpaHSIIUCE.

Takum ob6pazom, JATT BbI3bIBaJI HapylLIEHUE Op-
raHM3aluy aKTUHOBOT'O LIMTOCKEJIETa TOJBKO B Iep-
MaJIbHBIX (prOpoObIIacTax.
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(@)

1.8 1.8

(©)

5.1

Puc. 3. UamepeHue mioiaay aepMaibHbIX (GuOp0o61acToB (a) U KJIeTOK (hubpocapKoMebl (0) B HOpMaIbHBIX YCIOBUSIX KYIbTH~
BupoBaHus (cunuil) u ipu aevictBuu ATT (kpacuwii). [nomans BeipakeHa B yCJIOBHBIX enuHUIaX, rae 1 = 100 mkm~. O6beM
KOHTPOJIBHOi BBIOOPKU IepMajIbHBIX (PUOP0OOIacTOB 71 = 56, 00bEM DKCIIEPUMEHTAIBLHOM BEIOOPKHU A€pMalIbHBIX (GUOpoOIIa-
cToB 1 = 82. O0BbEeM KOHTPOJIbHOI BbIOOPKU KJIeTOK hrudbpocapkombl HT1080 #» = 154, 00beM 3KcniepuMeHTaIbHOM BHIOOPKU
KJ1eToK hubpocapkombl # = 75. * — p < 0.05 1o Kpureprio MaHHa—YUTHU.

Ouenka naowadu Kaemox

XOpOIII0 BBISIBIISIEMBIiI IIpY MapKUpPOBaHUM daji-
JIOUJAVHOM KOPTUKAJIbHBIN CJIOM aKTWHaA MO3BOJIMJI
OLICHUTh M3MEHEHUE IJIOIIAAu OepMalbHBIX (PUO-
po6J1acTOB 1 KJIETOK (h1OpOCapKOMBI IIOCTIE BO3ACH -
crBust ATT.

Breito mpoananu3upoBaHo 56 (ubOpo6IacToB B
HOPMAaJIbHBIX YCIIOBUSIX KYJIbTUBUPOBaHUS U 82 hurb-
pob6iracra mociie Bo3nevicteus JATT. Okazanock, 9To
JTT BbI3BIBAJI YMEHBIICHME TIOIAAN pacIljlacThIBa-
HUS AepMaJIbHBIX (prOpo0Oi1acToB B 1.3 pa3za (puc. 3a).

Ananmus 154 xieTok pudpocapKOMbl B HOpMaIb-
HBIX YCJIOBUSIX KYJBTUBUPOBAHUS U 75 KJIIETOK (PUO-
pocapkoMbl Ttociie Bo3naeiictBus I TT nokaszan, 4To B
stux Kietkax ITT Takke BbI3bIBaJl YMEHBIIEHUE
IOl pacriacTeiBaHus B 1.3 pa3za (puc. 30).

Takum ob6pazom, npu aeiicteuu I TT npoucxonu-
JIO YMEHBIIEHUE IUIOMIAaM pacIUIaCThIBAHUS Iep-
MaJTbHBIX (pmOpOOIIaCTOB M KIETOK (pMOpOCapKOMBI
HT1080 B 1.3 paza.

Xapaxmepucmuka (oKaibHbIX KOHMAKMOE

ITockonbKy B nepmalibHbIX (ubpobiactax Tpu
nevictBum ATT MBI HaOmomanyn Ae30pTaHU3AIIMIO

IyYKOB aKTUHOBBIX (PMJIAMEHTOB, a CTpecC-(QUOPHIUILI
y Gpubpo0OIaCTOB MOTYT OBITh CBSI3aHBI ¢ (hOKATBLHBIMU
koHTakTamu (Tojkander et al., 2012), ¢ TTOMOIIBIO M-
MYHOLIMTOXUMUYECKOTO BBISIBICHUS] BUHKYJIMHA MBI
MPOaHAIM3UPOBAIM pacupenesieHne (hoKaJIbHbIX KOH-
TaKTOB B IAepMaJbHBLIX (PUOpobiaacTtax. B HopMmanb-
HBIX YCIOBUSIX KYJIbTUBUPOBAHUS (hOKATBHBIE KOH-
TaKThl OBUIM pacIpelnciieHbl 110 BEeHTPaJIbHOI Mmo-
BEPXHOCTU KJIETOK W BBISIBJASUIUCh B KJETOYHBIX
otpocTkKax (puc. 4a, 46). JITT BbI3bIBAN NIepepacmnpe-
nejieHre (POKaTBbHBIX KOHTAKTOB B AEPMAaJIbHBIX (PUO-
pobracrax (puc. 4B, 4T): B pacIUIaCTaHHBIX 1 OTPOCT-
JaThIX KJIeTKaxX (QOKaJIbHbIe KOHTAKThI IIPUCYTCTBO-
BaJIi IPEUMYIIECTBEHHO B KJICTOYHBIX OTPOCTKAX, a
B CUJIBHO TOXAThIX KJIETKaX — HAaoOOpOT, B LIEH-
TpaJIbHOI YacTu KjeToK. Kpome Toro, mpu Bo3Aeii-
ctBum JATT kommdecTBO (POKATBHBIX KOHTAKTOB Ha
KJIETKY yMeHbIIaJaoch B 4 paza (puc. 4m). CinenoBa-
tenbHO, I TT BEI3BIBaAI yMEHBIIICHUE Y1CIa (hOKAJb-
HBIX KOHTaKTOB Yy A€pMaJIbHbIX (pOp0o06IacTOB.

B xnetkax pubpocapKoOMbI NCIOJIb30BaHUE AaHTU -
TeJ1 K BUHKYJIMHY BhISIBWIO A1 dy3HOE OKpallBaHUE
LIMTOILJIa3MbI B TeJie KJIETOK U TOYeYHbIe (hOKAJIbHbIE
KOHTaKThI MO KpasM JiaMelutbl (puc. 5a, 50). ITocie
KynbTuBUpoBaHusa ¢ JATT Takoe okpalmmMBaHWE IIM-
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KoHtponp

(m) *
140 l

131.0
120

100 95.5

80 315 « 79.0

60 59.5 62.0

40
34.0

20.5

20
17.0 143

Puc. 4. Bnusinue ITT Ha pacnpeneieHre U KOJIMYECTBO (DOKATbHBIX KOHTAKTOB B AepMaJibHBIX (pribpobiacrax. (a, B) Mazo-
BBII1 KOHTpAcT; (0, I) UMMYHOLIMTOXMMUYECKOE BbISIBIEHME BUHKYJIUHA (3enenslil). (a, 0) KoHTpoib; (B, T) 24 4 Bo3neicTBus
JATT. Macmrta6Hbiit oTpe3ok (a—r) — 20 mxm. (1) IToncyeT KonudecTBa (pOKaIbHBIX KOHTAKTOB Ha KJIETKY B HOPMaJIbHBIX
yCIOBUSIX KyabTBUpoBaHus (cunuil) v nipu aeiicteun ATT (kpachbiir). O6beM KOHTPOIBHOM BBIOOPKU 1 = 44, 00bEM DKCIIe-
pUMeHTaIbHO BhIOOpKU 1 = 32. * — p < 0.05 o kputepuo ManHa—YuUTHU.

OHTOI'EHE3 TomM 54 Ne 5 2023

347



348

KonTtponn

(0)

TYPUILIEBA u np.

(r)

Puc. 5. BoisiBieHre BUHKY/IMHA B KiieTKax pubpocapkombl HT1080. (a, B) Da30Bblit KOHTpAcCT; (0, I) UMMYHOLIMTOXUMUYE-
CKOE BBISIBJIEHVE BUHKYJIMHA (3enensiil). (a, 0) Kontponb; (B, T) 24 4 Bo3neiictBus AT T. Ctpenkoit mokazaH ¢hoKaJIbHBIN KOH-

TakT. MacmTaGHbIN oTpe30K — 10 MKM.

TOIUIa3Mbl COXpaHsuioch. Jluddy3Hoe oKkpallluBaHUe
IUTOIUIa3MBblI HE ITO3BOJIMJIO HAaM OIICHUTH KOJIMYe-
CTBO M pachnpeneieHue (PoKaJIbHBIX KOHTAKTOB Ha
BEHTPaJIbHOM CTOPOHE KJIETOK (puc. 5B, 5T).

Oueﬂxa napamempoe KAemo4HOI NOOBUNICHOCMU

CucrtemMa aKTHMHOBBIX (PUIAMEHTOB OTBEYaeT 3a
noaaepxxaHue (GopMbl KJIETOK U KJIETOUHYIO MOABMXK-
HOCTb. B CBSI3U ¢ 3TUM ¢ MOMOIIBIO TIPYKU3HEHHbBIX
HaOIIOACHUI MbI IIPOAHATIM3UPOBAJIN ABDKEHHE (D10~
po0JIaCTOB U KJIETOK (UOPOCapKOMBI B HOPMAaTbHBIX
YCIIOBUSIX KyNbTUBUPOBAaHUS U B mipucytctBun JTT
(puc. 6 u 7), a TakKKe OLEHUIN BO3MOXHOCTb KOppe-
JISIAU MeXAy udMeHeHHeM (OpMbl U MOABUXKHO-
CTBIO KJIETOK. 1151 3TOoro Kaxaesie 90 MUH B TeUCHME

22.5 4 mpou3BOAUIIACH CheMKa MoJiell 3peHusl U Ha
TOJTyYEHHBIX N300paXEeHUSIX OTMEYaIOCh MOJIOKEHNE
KaKIOU KJIETKU. 3aTeM ¢ moMoLIbio rutarmHa MTrack])
nporpamMmsbl Fiji ObUTM MOTy4YeHBI TPAEKTOPUU JIBU-
>KEHUSI OTACJIbHBIX KJIETOK W IIPOM3BENICH aHaIN3 Mapa-
METPOB KJIETOYHOM TOABMXKHOCTU. I3MEeHeHHe Koop-
JIMHAT KJIETOK B IBYMEPHOM ITPOCTPAHCTBE OLICHWBA-
JIOCh C TIOMOIIIBIO TTepeBOoIa U300pakeHU I TPEKKUHTAa B
uudpoBoit dopMmar ¢ mnocienyroueil craTucTuye-
CKOM 00pabOTKOI TMOJydeHHBbIX Tpad OB KIETOYHOM
MOJIBUKHOCTH, KOTOpasl 3aKjtoyaaach B OLIEHKE W3-
MEHEHUWI IJIMHBI CerMEHTOB rpacda 3a BbIOpAHHYIO
€OUHUILy BPEMEHU, BBIPAKEHHBIX B MTAKCEIISIX 1 MU-
HyTax cooTBeTCTBeHHO (Sharma et al., 2020).

CheMKa IpoBOAMJIACh B TeUeHUE 24 4, IpU 3TOM
00paboTKa pe3yJbTaTOB OCYIIECTBIISIACH B paMKax

OHTOI'EHE3 TtomM 54 Ne 5 2023
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ot 0 go 22.5. ITomoOHBIN ITPOMEXYTOK ObII BHIOpaH
JIJ1s1 00JIETYEHUST BU3YaIM3alliH IOJIydaeMbIX JAHHBIX 1
HMCKIIIOUEHMS] U3 aHAJIM3a CPEIOBBIX apTedaKToOB, BO3-
HuKaromux 3a 40 MIUH 10 3aBeplIcHUS 24-9aCOBOTO
repuoaa HelnpepbIBHOM cheMKU. Jlajiee mpuBeIcHBI
pe3yJibTaThl BBIOPAHHOI'O BpPEMEHHOIO AuMana3oHa
(0—22.54).

B HOopManbHBIX YCIOBUSIX KYJIbTUBUPOBAHUS Iep-
MaJibHbIe (prOpOO6IACThl COXPAHSIIU pacIIaCTaHHYIO
MOpP(}OJIOrHIO B TEUSHHUE BCETO TIeproIa HAOTIOneHMIN
(22.5 9) (puc. 6a—68). OTMeUaJIcs HEeHATIPaBJIEHHBI
XapakTep IBIDKEHHS KIIeTOK (pHc. 6r). CpemHee TTpoii-
JIEHHOE KJIETKaMHU pacCTOsTHUE 3a 22.5 9 COCTaBIIsIIO
296.75 nukceneit. [1py HaOMOAEeHUN 3a ABMKEHUEM
¢ubpobaacToB B TeueHUue 22.5 4 mocjie 100aBieHUs
ATT (puc. 61—6X) ObLJIO OOHAPYXKEHO, YTO Yepe3 9—
10 g kynpTuBUpoBanusi ¢ JATT 22 u3 25 npoananniu-
POBaHHBIX KJIETOK U3MEHSUIM MOP(MOIOTruIo, CTaHO-
BUJIACH OOJIee TTOIKATBIMU 1 BBIMYKJIBIMU (pHC. 6€).
Kpome Toro, y OoybIIMHCTBA KJIeTOK 4Yepe3 9—10 g
U3MEHSLICS XapaKTep ABMKEHMSI, B YaCTHOCTU, HAOJTIO-
JIaJIOCh YMEHBILIEHUE CPEITHETO PACCTOSTHUS, TTPOIICH-
HOIO OTHENBbHOI KIIeTKOM 3a 22.5 4 (puc. 63), Ha
36.15 mukceneii. CpenHee IMTPOXOAMMOE KJIIETKOM pac-
crossHue 3a 90 MuH (cpemHsisi CKOPOCTh) mociae 9 u
kyapruBupoBanus ¢ ITT cHukanmack Ha 7.16 nmukce-
Jieit 10 CpaBHEHUIO C KOHTPOJIEM.

Takum o6pazom, I TT BbI3BIBaN CHMXEHUE ITIO-
JIBVKHOCTH JIEPMAJIbHBIX (HUOPOOIACTOB, TT0 XPOHO-
JIOTWH COBITaJaBIlIee C YMEHbIIIEHNEM IUIOIIAAN pac-
IUTACTAHHOCTHU 3THX KJIeTOK. ITo-BUaIMOMY, COOBITHSI,
pa3BuUBalolImecs B KJieTke 1mon Bo3aeiictsuem A TT,
CBsI3aHBI C UBMEHEHHEM KaK MOP(OJIOTNIEeCKHNX, TaK
Y MUTPATOPHBIX TapaMeTPOB.

AHanu3 IBUKEHUS KJIETOK (UOpoCcapKOMBbI ITOKa-
3aJl, YTO B HOPMAJIbHBIX YCIIOBUSIX KyJIbTUBUPOBAHUSI
9TU KJIETKU COXPAaHSUIM pacIUIaCTaHHYI0 MOp(OJI0-
T'MI0 B TeYEHME BCEro Iepuoaa HadmoaeHuit (22.5 v)
(puc. 7a—78B). OT™MeyUascsl HeHaIlpaBICHHBIN XapaK-
Tep ABVKEeHUs KJIeToK (puc. 71). CpenHee IIpoiIeH-
HOE€ KJIETKaMM paccTosiHue 3a 22.5 4 COCTaBJsiIo
247.82 mmmkcensa. I[lpyn HaOmomeHN 3a IBUKEHUEM
KJIeTOK (pOpOocapKOMEI B TedeHUe 22.5 4 1mociie 10-
o6asnenus HITT (puc. 71—7X) ObUIO OOHApyXeHO,
4yTO nocJjie 6—7 yacoB KyabTuBupoBaHus ¢ ATT 18 uz
25 mpoaHaIW3MPOBAaHHBIX KIJIETOK TOXE W3MEHSUIN
MOpP(dOJIOTUI0, CTAHOBSCH OOJiee MOMKATHIMU U BbI-
MyKJIBIMM, WX I1apooopasHbeiMu (puc. 7¢). Kpome
Toro, nocie 6—7 4 kynbtusupoBanus ¢ ATT y 20 us
25 mpoaHaJU3UPOBAHHBIX KJIETOK M3MEHSIJICS U Xa-
pakTep OABMKEHUS. B yacTHOCTU, KIeTKY TP OSIBISLIN
OCLUMJUISITOPHBIN (KoJeOaTenbHBI) XapaKTep OBHU-
JKEHMSsI, KOTOPBI BhIpaxKajcsl B XaOTUUYECKOU CMeHe
HanpasiieHus aprkeHus (cell stalling). Kpome sToro,
OTMEUAIOCh YMEHBIIEHNE CPEIHETO PaCCTOSHUS,
MNpONIEHHOro OTAEJIbHON KJIeTKOM, Ha 99.12 nmukce-
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neit (puc. 73). CpemaHsiss CKOPOCTD ITOCII€e 6 4 KyJIbTHU-
pupoBanusa ¢ JATT cHukanach Ha 6.23 muUKcesst 110
CPaBHEHHUIO C KOHTPOJIEM.

Takum o6pazom, ITT BwI3BIBaN CHIMXXEHUE TIO-
JIBMDKHOCTH KJIETOK (DOPOCAPKOMBI, II0 XPOHOJIOTUU
coBHajaBllice C YMCHBIICHMEM IUIOLIAAUA pacIjia-
CTAaHHOCTH 3TUX KjJeTok. Habmonanock mageHume Be-
JIMYUHBI CPETHETO MNPONIEHHOTO PACCTOSHUS TIPU
HeOOJILIIOM M3MEHEHUU CPETHE CKOPOCTH KJIETOK.
ITonoOHBIN 3P DEKT 0OBSICHSIETCS 3HAYUMBIM YCKO-
peHHEeM KJIETOK (prOpocapKOMBI B HaYaIe MUTPALIUU
¥ pPE3KUM 3aTOpMaXXBaHMEeM OJIMKe K KOHIIY IIpOBe-
JIeHUsI HaOJIIOIEHUIA.

ITonyyeHHble KayeCTBEHHbIE XapaKTEePUCTUKU
U3MEHEeHUsI MapaMeTpOB KJIETOUHOM TMOABUXKHOCTHU
OBUTH BaJIMAMPOBAHBI ¢ moMollbio aganTanuu AACt
MeTona. B pamkax 3KCHepUMEHTaJbHOTO TMOAX01a
JUTST KaXKI0M KJIETKU ObLT TToJlydeH Habop 3HaYeHU,
OTpaXarolIUX CKOPOCTb €€ IBUXKEHUSI B YCTAHOBJICH-
Hble MPOMEXYTKM BpeMeHU. Bcero aHanusy monBepr-
JIch 50 KJIETOK MpY OTTMCaHU Y TTOABUXKHOCTH (hUOPOO-
JacTtoB (25 xkoHTposb U 25 ATT+) u 50 xierok mis
HT1080 (25 xontpomb u 25 ATT+). Kaxnmass kieTka B
KOHTPOJIBHBIX Y BKCIIEPUMEHTAJIbHBIX IPYIIIaX CUUTA-
Jlacb TEXHMYECKMM MOBTOpoM. Huke Mbl MpUBOIMM
cxeMy 00pabOTKM 3HAaYeHUH 711 KOJUYECTBEHHOTO
00OCHOBaHMSI OCOOEHHOCTEN KJIETOYHOI TOABMUKHO-
ctu 1ipu aeiictsum A TT mist o6enx KIETOYHBIX JW-
HU.

1) IlomcueT cpemHero 3HA4YEHUSI CKOPOCTU IS
KaXJIO0T0 TEeXHUYECKOro MOBTOpa B KOHTPOJIbHOU U
OTILITHOM TpyIIIe.

Vo =sum(X;)/n,

v
TIe j — TIOPSIIKOBBIM HOMEpP TEXHWUYECKOTO IMOBTOpa
(kyeTku), X; — 3HaYEHUE CKOPOCTH j-Oi KJIETKU B

KaxkIoOM i-OM BpeMEHHOM TIPOMEXYTKE, a # — KOJIH-
4eCTBO pa30bHeHU BpeMEHHOTO KOHTUHYYMa.

2) IMoncuer AV kak MonyJist pa3HULIbL MeXIy V,, j
KOHTPOJIAA U V,, ; 5KCIIEPUMEHTAIBHOM TPYTIIIBI.

AV =V, ,C—V. E,

av j avj

rne V,,,C — cpenHss pasHMIA JJIS j-TOTO TEXHUYE-
CKOTO TOBTOpa B KOHTpoJe, a V,, ;E — cpenHss pas-
HUIIA j-TOTO TEXHWYECKOTO ITOBTOPA B AKCIEPUMEH-

TaJIbHOM TpyIIIe.
3) IMoncuet 3HayeHUit AAV mj1s 06enx aHaIU3U-
PYEMBIX TPYIIT
AAV = X; — AV,

e X; — 3Ha4€HMe CKOPOCTH j-Oi KJIETKU B KaXIOM
i-oM BpeMEeHHOM ITPOMEKYTKE B KOHTPOJIC MUJIU IKC-
MEepUMEHTAJILHOM IpyIIIe.

4) s HaISITHOCTH M MAacCINTaOMpOBaHWS pe-
3YJIbTATOB TIOJTydeHHBIC 3HAYCHMST [IJIT KaXKIIOTO TeX-
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TYPUILLEBA u np.

KoHTpoib

254.5
504.05
289.7

320.4 ) 4093 ) 182.4

342.5 237.4 237.7

N TN

(r) (3)

—A—-ﬁ

Puc. 6. [IpmkuzHeHHBbIC HAOJIONCHUS 3a IMOBEACHUEM IepMallbHbIX (rOpobsiacToB B TedeHue 22.5 4. (a—r) KoHTpoIb;
(n—3) 22.5 u BozneiictBust ATT. (a—B, 1—x) Da30Bblii KOHTPACT, MaclITaGHbIA oTpe3okK 40 MKM. (T, 3) Penpe3eHTaTuBHbBIC
TPaeKTOPUU IBUKEHUS OTIEIbHBIX KJIETOK, MOJIydeHHBIe ¢ moMolbio rutarmHa M Track) nmporpamwmst Fiji. [TosoxkeHune KiieTok
oTMevaioch Kaxable 90 MUH (paccTosTHUE MEXAY IBYMsI COCENHUMU ToukKamu). KpacHbIM LIBETOM OTMEYEH MpOWAeHHBIN
KJIETKaMU TyTh.

OHTOI'EHE3 TtomM 54 Ne 5 2023
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KoHTponb

300.3

218.6

220.5 2116

T

288.4

| \ 4

(r)

©)

286.7

155.8

106.5

181.0

175.5

Fal V|
i
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Puc. 7. Tlprxu3HeHHbIE HAOTIONEHKS 3a ITOBEIEHUEM KJIETOK (prbGpocapKoMbl B TeueHue 22.5 4. (a—r) KoHntpoinb; (1—3) 22.5 4
Bosneiicteus ATT. (a—B, n—x) Pa30BbIii KOHTPACT, MacIITaGHBIN 0Tpe30oK 20 MKM. (T, 3) Penpe3eHTaTUBHBIC TPACKTOPUU
NBVXKEHUSI OTIEIbHBIX KJIETOK, MOJydeHHbIe ¢ moMollblo maarnHa M Track) nporpammel Fiji. [TonoxeHue KjieTok oTMevyaioch
Kaxnpie 90 MUH (pacCTOSTHUE MEXKIY IBYMST COCEMTHUMY ToUKamu). KpacHBIM 1IBETOM OTMEUYeH MPOXOIUMBIN KJIETKaMU My Th.

JnvHa myTu BeIpakeHa B MTUKCEJISIX.

OHTOI'EHE3 TomM 54 Ne 5 2023
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TYPHUIIEBA u np.
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Puc. 8. KonnuecTBeHHBIN aHAJIM3 OCOOCHHOCTEM KJIETOYHOM MOABMKHOCTY 1pu oopabotke ATT. (a) epmanbHbie huGpo6-
JacThl, (0) kieTku hudpocapkomMbl. KpacHbIM 1IBETOM 0003HAUYEHBI STYEIKHU, B KOTOPBIX XapaKTep IBUKEHUS KJIETKHU B 3aaH-
HbIl TPOMEXYTOK BPEMEHM OTIMYAJICS OT KOHTPOJIbHOTO 3HayeHUs (mocuntaHo He3aBucumo st Cl, C2 u C3). 3enensliit
LIBET, HAMIPOTUB, YKa3bIBAET HA OTCYTCTBME 3HAUUTETLHOTO OTJIMYMSI OT KOHTPOJIbBHOTO M3MEPEHUST Ha 3aJaHHOM IPOMEXYTKe
BPEMEHU IPY BLIOPAaHHOM IMCKPUMUHUPYIOLIEM ropore (60-ast nepLieHTHIb). Bee 5 BBIGOPOK M3MEPEHMIA, TTOTyYEHHBIX IIPU
aHanu3e aeiictus ATT, cpaBHUBaNUCH € KaXA01 KOHTPOJbHO BBIOOPKOI Kak 1151 huOpoOaacToB, TaK M 1151 KJIETOK JIUHUU
HT1080. Cunum 1iBeToM B Tabjuile 0003HAUYEHBI CTOJIOLbI, OTHOCSIIUECSI K KOHTPOJIBHBIM IpyNIiaM, OPaHKeBbIM IIBETOM
0003HaYeHbI 3KCIIEPUMEHTAIbHBIE IPYIIIbI, 2 0€CLIBETHBII CTOJOCI OTpaXkaeT pa3dUeHre IO BpeMEeHM IIPOBEICHUS TIPUKU3-

HEHHOM ChEMKHU.

HNYCCKOIro KOHTPOJIA OBLIM MCHOJIb30BaHbI IJIST BO3-
BC€OCHUA SKCITIOHCHTHI B COOTBETCTBYIOIIYIO CTCIICHD.

D =exp(AAV)),

rne AAV,; — pasHMIIa MEXIy CPEIHEN pasHULEH j-TO-
o TEXHUYECKOTO IIOBTOPaA B KOHTPOJIE MJIN SKCIIEPU-

MEHTAIbHOM rpynme u V,, ;.

IMomygeHHbIe pe3ynbTaThl OBUIA BU3YATU3UPOBAHBI
B ¢opMare HeatMap, rme kaxnasi siueifka COACPXKUT
3HauyeHHe D, BEIMYMHY, KOTOpasl MO3BOJISIET OLICHUTh
CKOPOCTh OBMKEHUST KJIETKU 1o cyoctpary. I1pu pas-
OMEHMHU NOJyYEeHHOII BBHIOOPKU M3 KOHTPOJBHBIX U
SKCIEPUMEHTAJILHBIX TOYEK HA IEPLEHTWIN 110 Be-
JuyrHaM D 0Ka3alioch, UTO KOHTPOJIbHASI U 9KCIIe-
pYMEHTaJIbHAasl TPYIIbl 00pa3yloT JBa MHOXECTBa
3HAYEHUI C XOPOIIO TUCKPUMUHUPYIOIIUM ITOPOTrOM
Ha ypoBHe 60-oit mepueHTUan (puc. 8). Ha puc. 8
KpacHBLIM 1IBETOM O0O3HAYeHBbI STYEUKU, B KOTOPBIX
XapakTep OBUKEHUSI KJIETKU B 3aJaHHBINA IIPOMEXY-
TOK BPEMEHHU OTJINYAJICS OT KOHTPOJIILHOTO 3HAUCHUSI

(mocuntano He3aBucumo 1yt C1, C2 u C3), 1o ecTb
KpacHBIM BbIJieJIeHbl 3HAUEHUSI BhIlIE Mopora. 3eJie-
HBIH [IBET, HAIIPOTUB, YKa3bIBAET HA OTCYTCTBUE 3HA-
YUTEIFHOTO OTIWYUSA OT KOHTPOJIBHOTO U3MEPEHUST
Ha 3aJaHHOM MPOMEXYTKE BpeMeHU Mpu BbIOpaH-
HOM JTMCKPUMUHUPYIOIIEM ITOPOTE.

Takum oO6pa3oM, B paMKax peajJM30BaHHOTO 3KC-
nepuMeHTa 22.5-4acoBOil NPOMEXYTOK BpeMEHU
ObLT pa3ouT Ha 14 MPOMEXKYTKOB, KaXIbIi1 U3 KOTO-
pbIX 00JagaeT BBEAEHHbIM HAaMU WHAVMBUIYATbHBIM
napamMeTpoM ckopocTu. JlanbHeiiliass craTucThYe-
cKkasi 00paboTka HaOOpPOB UHAVMBUAYAIBHBIX CKOPO-
CTel KaxkKI0ro BpeMEeHHOT0 MMPOMEXYTKa sl KaXKI0M
aHaJIM3UPYeMOM KJIETKU TO3BOJIMIAa HaM HE TOJbKO
MOATBEPANUTH (PaKT CHIKEHUST 3POEKTUBHOCTU MPO-
JNBVDKEHUST KJIETKU MO cybCcTpaTy, HO U TOCTAaTOYHO
TOYHO OMNpPENETUTh MOMEHT BOBHUKHOBEHUS Habo1a -
emoro 3ddekra. st prudpodIacTOB CTATUCTUYECKU
3HaYMMBbIe U3MeHEHUS 3POEKTUBHOCTH MOABUKHOCTH
KJ1eTok HabmoaatoTcs ¢ 9 u kynbtuBupoBaHus ¢ JITT,
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Torga Kak y kietok JJuaum HT 1080 mamenne akTuB-
HOCTHU OBUIO OOHAPYKEHO yXKe 4epe3 6 U B YCIOBUAIX
SKCHEPUMEHTAILHOTO BO3ICICTBHS.

OBCYXIEHUNE

ITpoBeneHHbIE HaMU MCCAEeOOBaHUS TlOKa3asu,
yTo uHIyKTOp cTpecca DITP JITT BbI3bIBaeT u3MeHe-
HIe GOPMBI U TTOBEPXHOCTHU JePMaTbHBIX (prnOpobIIa-
CTOB M KJIeToK (prbpocapkomber HT 1080, a Takske Bu-
sieT Ha OpraHu3alMio aKTMHOBOTO IIUTOCKeneTa, (o-
KaJIbHBIX KOHTAKTOB U MOJBUXKHOCTD B 3THUX KJIETKaX.

ATT BoeI3bIBaeT ctpecc DIIP, 6aokupyss odpaszo-
BaHUE AUCYJIbMUIHBIX CBSI3ei MEXKAY OCTaTKaMU LIV-
cTerHa B GeIKax, M3-3a Yero HapyllaeTcsl UX cBopa-
YUBaHWE U MPOUCXOAUT HAKOIUIEHUE HE CBEPHYTHIX
oenxkoB B OIIP (Oslowski, Urano, 2011; Ren et al.,
2018). B kierkax yelloBeKa OUCYIb(DUIHBIE CBSI3U
MPUCYTCTBYIOT MTPEUMYIIIECTBEHHO B CEKPETUPYEMBbIX
Oenkax, KoTopble cuHTe3upytoTcs B DI1P, u mpakTtu-
YeCKM OTCYTCTBYIOT B IIUTO30JbHBIX Genkax (Weiss
et al., 2022; Chang, Fu, 2023). Takum obpazom, ATT
HapylllaeT CBOpaYMBaHUe IPEUMYIIIECTBEHHO CeKpe-
TOPHBIX OEJIKOB, CUHTe3upyeMbix B DI1P.

MpbI 1oKazanau, 4YTO KyJbTUBUPOBAHUE AepMailb-
HBIX (pOPOOJIACTOB U KIIETOK (hMOPOCAPKOMBI JIM-
Huu HT1080 B mpucyrctBum ITT B TeueHue 24 4 BbI-
3bIBAET CXKAaTUE 3TUX KJIETOK, U3MEeHeHUe UX (OpMbl
U TIOBEPXHOCTU U YMEHbIIEeHUE TUIOIAad pacria-
ctbiBaHUsl. MI3MeHeHMe ¢opMmbl KJIETOK Npu neii-
CTBMU UHAYKTOpPOB cTpecca DIIP He cuurtaercs xa-
pakTEPHBIM MOP(OIOTrMYECKUM MTPU3HAKOM CTpecca
BDIIP u UPR, omHAaKo ecTh TaHHBIE O HOMXKATUHN HOP-
MaJIbHBIX U OTTYXOJIEBBIX KJIETOK ITPU JEMCTBUU HEKO-
TOPBIX UHAYKTOPOB cTpecca DIIP, nmeronx pa3HbIi
MmexaHn3M aktuBanum crpecca DIIP (Kohno et al.,
1979; Briining et al., 2009; Belloni et al., 2010; Foldi
et al., 2013). MHTEpECHO, YTO IIPU ACUCTBUU TaIlCH-
rapruHa Ha KJIeTKM HelpoOJacTOMbl U3MEHEHUE
¢OpPMBI KJIETOK COMPOBOXAAIOCH CHUKEHUEM YPOB-
HsI CMHTEe3a 0eJIKOB, YYacCTBYIOIIMX B MOAAEPKAHUU U
JIUHAMUKE aKTMHOBOTO IIMTOCKeJeTa, TaKUX Kak
BUHKYJIWH Y 33pUH (OTBEYAET 32 COOPKY aKTMHOBBIX
myuykoB) (Foldi et al., 2013). OgHako MeXaHU3MBbI Ta-
KUX U3MEHEHUI (DOPMBI O CUX MTOP HEU3BECTHHI.

HM3meHeHune penabeda MOBEPXHOCTH KIIETOK M UX
CcXXaTHe CBUIETEILCTBYIOT O MEPeCTpOKax aKTHUHO-
BOTO LIMTOCKeJIeTa, TaK KaK M3MEHEHUE COCTOSIHUS
CHCTEMBI aKTUHOBBIX (MJIIAMEHTOB, B YaCTHOCTH,
KOPTUKAJIBbHOTO aKTUHA M CTpecc-(QUOPUIUI, BIUSIET
Ha ¢opmy, penbed MOBEPXHOCTU U IUIONIAAb pac-
miacteiBaHusa kietku (Cleuren, Boonstra, 2012).
HeiicTBUTENIHLHO, MBI TTIOKA3aJIM, YTO B IePMaJIbHBIX
duobpobnactax nipu aeiicteuu HTT HabGmomanack
peopraHu3alvs aKTHHOBOTO ITUTOCKEeJIeTa, B 4acT-
HOCTH, ITyYKW aKTHUHA, XapaKTepHBIE IUIST KOHTPOJIb-
HBIX KJIETOK, CTAHOBWJIMCHh MEHEee BbIpaKeHHBIMM WU
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orcyrcTBoBajiu. Kpome Toro, HabI0ga10Ch YMEHBb-
IIeHue yrcia ¢poKaJIbHBIX KOHTAKTOB. [1o-Bumumomy,
M3MeHeHUe (DOPMEI 1 MMOBEPXHOCTU (PUOPOOIIACTOB,
a TaKKe YMEeHbIIeHUE Ynciia (POKaTbHBIX KOHTaKTOB,
00yCJIOBJIEHBI peopraHu3anueili akTHHOBOTO 1IMTOC-
KeneTa, BeI3BaHHOM nelictBueM JITT, Tak Kak aerno-
JIUMepU3alusl U peopraHu3alus aKkTUHA MOXKET BbI-
3bIBaTh pa300pKy (okambHbIXx KOHTakKTOB (Cleuren,
Boonstra, 2012). B 1O Xe BpeMs M3BECTHO, 4TO
cTpecc-puoOpuIbl MOTYT (DOPMUPOBATHCST 34 CUYET
MoJINMEpPU3alMM aKTMHA Ha (DOKAIBbHBIX KOHTAaKTax
(Tojkander et al., 2012), IT03TOMY OTCYTCTBUE ITy4KOB
aKTWHa, YacTb U3 KOTOPHIX, MTO-BUAUMOMY, TIPEICTaB-
JIsIeT coboit cTpecc-puopruIel, ripn aeicteum JATT
MOXKET OBITh TaKXKe BBI3BAaHO YMEHBIIICHUEM YHCIIa
(oKaNTbHBIX KOHTAKTOB.

B xnetkax nunuu HT1080 peopranu3zanuio akTu-
HOBOIO IIMTOCKEJIeTa Mbl HE OOHAPYKUJIU C TTOMO-
mbio okpammBanus TRITC-damtonnnaoM, ogHAKO
CXXaTHUe 3TUX KIIETOK, U3MEHEHUE MX (POPMEI U ITO-
BEPXHOCTU 1 YMEHbIIIEHUE TUIOIIAAN pacIljacThiBa-
Hus non neiicteueM HTT Ttoxe mpoucxoauio. Ilo-
BuauMoMy, B kiietkax HT1080 mpu meiictBuu ATT
MPOMCXOOUT peopraHu3aliis KOPTUKAJIbHOIO aKTHUHa,
MPUBOISIIIAS K U3MEHEHUIO ITOBEPXHOCTU U ITUTOIIAIN
pacriacTbIBaHUS KJIETOK, KOTOPYIO Mbl HE HAOII0JaeM
M3-3a OTpaHUYCHUI pa3pelarollleii CIIocCOOHOCTH
Mmetoma. Bo3amoxno, ATT Bausm M Ha cOCTOIHME
(dOoKaTbHBIX KOHTAKTOB B KJIeTKaX (puOpocapKOMBblI,
onHako mudd@dy3Hoe OKpalluBaHUE IIUTOILIA3MBI
IIPY BBISIBJICHUY BUHKYJIMHA, OTMEYaeMOE B JIMTEpa-
Type (Schwartz et al., 2013), He TTO3BOJIMJIO cAeaaTh
BBIBOJBI OO0 M3MEHEHUM KOJIWYeCTBA (POKaAJIbHBIX
KOHTaKTOB 1 UX IIepepacIipeaeIeHUN.

CrnemyeT OTMETUTD, YTO aKTUH WM BUHKYJIMH OTHO-
CITCS K LIMTO30JIbHEIM O€JIKaM U, IIO-BUANMOMY, HE
UMEIOT OUCYIb(MUIHBIX CBsI3eil B CBOECH CTPYKType.
IToaToMy peopraHu3ainysi aKkTHHOBOTO LIMTOCKeJIeTa
1 YMEHBIIIeHNE KOJIMYEeCTBA (DOKATBLHBIX KOHTAKTOB
nociie aeiictBus A TT, ckopee Bcero, He CBSI3aHBI C
pausgHueM A TT Ha cTpyKTypy aKTMHA M BUHKYJIMHA.
OnHako HeIb3sI UCKIII0YaTh BEPOSITHOCTh TOTO, YTO
JATT MoxeT oka3blBaTh BIUSIHHE, HE CBSI3aHHOE C
BOCCTaHOBJICHUEM TUCYJIbLGUIHBIX CBSI3ei OeaKOoB. B
3TOM ciiydae Bo3MOxHO, 4To AT T HapymaeT (pyHKIIM-
OHUpOBaHUE OEIKOB, KOHTPOJIUPYIOIIMX COCTOSTHUE
aKTMHOBOI CETU, T.€. aKTUH-CBS3BIBAIOIINX OEJIKOB.
Taxk, HarpuMmep, B MBIIIMHBIX (pUOpoOIacTax TMHUNU
NIH-3T3 unruourtop Arp2/3 (Actin Related Protein
2/3 complex) CK666 BbI3bIBaN Iepexon CeTU aKTUHA
B (puOpMUIBI B KOPTUKAJIILHOKM 30HE, a MHTUOUTOP
dopmuna SMIFH2 Bbi3biBan UCYE3HOBEHUE CTPECC-
¢uobpunn (Eghiaian et al., 2015). ITpu neiictBuu ATT
Ha (puOpOoOJIACTHI B HAILIEM UCCICIOBAHNM ITyYKU aK-
TUHA, YaCTh U3 KOTOPHIX, TTO-BUANMOMY, TIPEICTaBJIsSIET
coboit cTpecc-puOpPMILIBI, OTCYTCTBOBAJIM WJIM CTa-
HOBMJIMCh ME€Hee BbIpakeHHbIMU. Bo3moxkHo, ATT
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MPSIMO WJIM KOCBEHHO ITOJABISLI paboty ¢hopMUHa,
KOTOPBI y4acTByeT B (DOPMUPOBAHUM CTpecc-Puod-
pWILIL.

CucreMa aKTHMHOBBIX (PUJIAMEHTOB OTBEYaeT He
TOJILKO 3a MomaepkaHue (popMbl KIETOK, HO U 3a
ki1eTounylo noaBrkHOCTh (Cleuren, Boonstra, 2012;
Tojkander et al., 2012). ®u6po6IaCThI TTIEpEMELLIAIOTCS
no 2D-cy6ceTpary ¢ ITOMOIIBIO MOJIMMEPU3aliuy aK-
TUHA U (OpMUPOBaHUS (POKATBLHBIX KOHTAKTOB (Sixt,
2012). TTonumepusalust aKkTiHa B CTOPOHY IMJja3ma-
TUYECKOM MeMOpaHBI 00EeCIIeYnBAET CHUITy, HEOOXO-
IUMYIO 1Jisi (hOpMUPOBaHUSI BBICTyIA (IIPOTPY3UH)
mna3zMatuyeckoit MemoOpannl (Cleuren, Boonstra,
2012). IToaToMy BBICOKAsi CKOPOCTb POCTa aKTUHO-
BBIX (PMJIAMEHTOB OYEHb BaxKHA IJIsI YCIICIITHOTO TIe-
peMelieHus kiaeTtok. KpoMe Toro, akTMHOBBIE (buria-
MEHTBI GOPMUPYIOT MyYKHN — CTpeCcC-OUOPIIILI, Yalle
BCETO CITOCOOHBIE COKPAIAThCS 3a CYET CBSI3U C MUO-
suHoM II (Tojkander et al., 2012). CokpaTtumbie
cTpecc-puopUIIIIBEI OOBIYHO CBSI3aHBI C (POKATBHBIMU
KOHTaKTaMu. B cBSI3M ¢ 3TUM HapyllleHre OpraHmn3a-
LIMM aKTUHOBOTO LIMTOCKEJeTa U U3MEHEeHHE KOJIU-
yecTBa (POKATBHBIX KOHTAKTOB B JIepMAaJIbHBIX (prO-
pobiacTax MOTYT CBUACTEIBCTBOBATh O HApPyIIECHUN
MOABMKHOCTH KJIETOK. JIeCTBUTENIBHO, MBI TTOKA3aJIu,
yro JITT BBI3BIBAII CHIZKEHIE TTOABUKHOCTH IEPMAaITh-
HBIX (rOPOO6IACTOB, ITO0 XPOHOJIOIMY COBIIAIABIIIEE C
YMEHbIIIEHUEM TUIOIIAAN PACIUIACTAHHOCTU 3TUX KJle-
TOK, BbI3BAHHOI1 peopraHu3alueil akTMHOBOTO LIUTOC-
keneta. CHIUDKEHME NOABVDKHOCTH IIPU aKTHBALIAU
UPR 06bUIO 0O0HApPYXEHO TakxkKe MpU IEUCTBUU WUH-
nykropa crpecca BIIP TtyHmkamunmaa. Tak ObLIO
MMOKAa3aHO, YTO TYHUKAMUIIUH ITOJABJISIT MUTPALIAIO
JepMaJIbHbIX (PUOP0OIACTOB U KEPaTUHOLIUTOB Ye-
noBeka (Bachar-Wikstrom et al., 2020) 1 Murpanuio
IJIAAKOMBIIIIEYHBIX KJIETOK COCYIOB, BBI3BAHHYIO
TpoMbGoLuTapHbIM (hakTopoM pocTta (Yi et al., 2012).
OnHaKO MCCAeI0BaHUSI COCTOSIHUSI aKTUHOBOTO 111~
TOCKeJIeTa WM MEXaHM3MOB, OIIOCPEIYIOIINX TaKylo
KJIETOYHYIO PeaKIInIo, He IPOBOINIOCD.

OnyxolieBast TpaHcOpMaLSI BKIIOYAET B cebs
peopraHM3alio LUTOoCcKeaeTa (KOPTUKAJIbHO opra-
HU30BaHHBIN aKTUH) U (POKAIbHBIX KOHTAKTOB, CHU-
XKEHHE aare3MBHOCTH K cyocTtpaty (Schwartz et al.,
2013). Kinetku pudpocapkombl HT 1080 criocoOHEBI 1
K Me3eHXMMHOMY (Kak (phnOpo0IacThl, ¢ y9acTUEM
¢GoKaJbHBIX KOHTAaKTOB), 1 K aMEOOMIHOMY TUILY
JIBUXKEHUS (C TOMOIIbIO 01e00uHTra, 6e3 yyacTus po-
KanbHBIX KOHTakToB) (Yamazaki et al., 2005). s
000MX TUITOB JBUXKEHUSI HEOOXOANMO yJacTHe aKTH-
HoBoro uurockesera (Sixt, 2012; Limia et al., 2019).
B cBsi3u ¢ 3TMM, OOHapyXXeHHOE€ HaMHU CHIKEHUE
KJIeTOYHOU mnoaBuxHocTU KieTok HT1080 moxer
OBITh CBSI3aHO C HApYIIEHUEM CTPYKTYPHOM LIEJIOCTHO-
CTM aKTWHOBOM CETH, YTO MOBIMSIIO Ha 3(PEOEKTUB-
HOCTh MPOJIBWXXEHUS KIJIETOK IO cybcTpaty. BnustHue
crpecca DITP (UPR) Ha mMOABUKHOCTh OMYXOJEBBIX

TYPUILIEBA u np.

KJIETOK O CHUX ITOp OMHO3HAYHO HE OMNpeAesieHO
(Urra et al., 2016). EcTh 7aHHBIE KaK O CTUMYJIUPYIO-
IIeM BJIMSIHUM YYaCTHMKOB CHUTHAJIbHBIX KacKalOB
UPR Ha Murpaliiimio oIlyXxoJieBbIX KJIETOK U aKTUBa-
LIUU DIUTEIUATIbHO-ME3EHXUMHOTIO Mepexoa, Tak u
IaHHbIE 00 MHTrUoOUpYyIIeM BIusTHUU. [IpoTBOpE-
YUBOCTb JAHHBIX MOXET OBbITh CBSI3aHA C Pa3IUYHBI-
MI KJIETOYHBIMHM JUHUSAMHM W WHOykropamu UPR.
Tak, Hampumep, TYHUKAMUIIUH YCUJIMBAJ MUIrpa-
LIUIO OITYXOJIEBBIX KJIETOK KUIIIEYHUKA YeJIOBeKa JIU -
Huu LS174T (Gundamaraju et al., 2021), HO mpu
5TOM MOAABJISII MUTPALIMIO CTBOJOBBIX KJIETOK pakKa
MoioyHoit xene3pl JuHuu MCF 7 denotuna
CD44+/CD24— (Nami et al., 2016). Kpome Toro, ak-
tuBanus crpecca DITP ¢ momoribio f-azapoHa B ory-
XOJIEBBIX KJIETKaX MOYEBOTO My3bIps YeJI0BeKa TUHUIA
253J) u 5637 npuBoamIa K IoAaBJIEHUIO X MUTPALIAN
(Liu et al., 2023). Mbl 0OHapYXKWIU CHIDKEHHUE TO-
JIIBUKHOCTH KJIETOK (POPOCAPKOMBI, IO XPOHOJIOTUHU
COBITIaJlaBlliee C YMEHbIIEHWEM TUIONIAAU pacria-
CTAaHHOCTU B3TUX KJIETOK, MPU 3TOM HaOII0IaI0Ch
3HAaYMMOE YCKOpPEHUE KJIETOK (UOpocapKoMbl B Ha-
yajie MUTpalliy U PE3KOe 3aTOpMakuBaHUE OIMKE K
KOHILly TIpoBeleHUs1 HabmwoaeHuil. Bo3aMoxHo, WH-
aykuust UPR ¢ nomompio ATT ctumynuposaia no-
JNBVDKHOCTb KJIETOK, OJHAKO ApYyrue BO3IeHCTBUSA
HATT, He cBsI3aHHBIE HETIOCPEACTBEHHO C aKTUBAllU-
et ctpecca DI1P, mpuBoaAUIN K CHUXKEHUIO TTOABMX-
HOCTH KJIETOK (POPOCapKOMBI.

CyllecTByeT HECKOJbKO METOMOB U IOAXOIOB,
HCITOJIb3yEeMBIX ITPU U3MEPEHUU TTapaMeTPOB ABUKE-
HUg Kiaetok. Hampmmep, muddepeHnImnaipbHOe WH-
TepdepeHilimoHHoe KoHTpacTupoBaHue (DIC), ¢da-
30BbI KOHTpAcCT, time-lapse BUICOMUKPOCKOITUS U
TpekKKUHT (Sharma et al., 2020). 111 mpoBeneHust 00-
Jiee TOYHbIX U3MEPEHUI U KOJUUYECTBEHHOI OLIEHKU
addeKTa UCTIOIB3YETCSI METO TPEKKMHTIa, KOTOPHIi
nmoapasymMeBaeT aHaIW3 KaapoB BUIEOpPsda 3a CYET
OTCJIEXKMBAHUS MYTU JIBUXKEHMS KJIETOK B paMKax
BBIJICJICHHOTO TIPOMEXYTKA BPEMEHU C MCIOJIb30Ba-
HUEM CIIELIMAIBHOTO IIPOrPaMMHOTO OOecIeueHMs.
st mpoBeneHUST KOJIMYECTBEHHOM OLICHKM IIIMPOKO
VICTIOJIb3YeTCsl TIOXOM, KOTOPBII 3aK/II04aeTcs B OLICH-
K€ U3MEHEHMS OTHOIIEHMSI IIyTU KaXKIOi OTAeIbHOM
KJIETOYHOI eOWHUIIBI K ee MepeMelleHuio. MeTom
MO3BOJISIET OTMETUTh SIBHbIC U3MEHEHUSI B MPOABU-
KEHUU KJIETOK I10 CyOCTpaTy B paMKax SKCIIepUMEH -
TaJIbHOM MOJIENIY U JaeT CTaTUCTUICCKU 3HAYNMEBIE U
BOCIIPOU3BOAUMBIE pe3yiabTaThl. OIHAKO OCOOEH-
HOCTb METOJia, KOTOpas 3aK/IloueHa B reHepaam3a-
UM JAHHBIX U3MEPEHUSI U KyMYJISITUBHOII OLIEHKE
3(hhHEeKTUBHOCTU TIPOABUKEHUSI IO CyOCTpaTy, He
MO3BOJISIET BBISIBUTh TOYHBIA MOMEHT BOZHUKHOBEHMS
addekTa, BEI3BAHHOIO 3KCIEPUMEHTAILHBIM areHTOM
(B Hawem ciayyae — JATT), u He mogpa3ymMeBaeT UcC-
MOJIb30BaHME CIIOCOOOB TEXHOJOTMYECKMX METOIOB
MOBBIIIEHUSI YyBCTBUTEIBHOCTH IIPOBOANMBIX U3Me-
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peHuii. PazpaboTaHHBIiT HAMY METO/ II03BOJISICT 3HA-
YUTEAbHO MOBBICUTh YYBCTBUTEJIHLHOCTh aHaIM3a U
MPOBOJUTH OLIEHKY U3MEHEHU I KJIETOUYHOM MOABUK-
HOCTHU HE TOJIbKO B paMKax ITIOJJHOTO 3KCHEePHUMEH-
TaJbHOIO MPOMEXYTKAa BPEMEHHM, HO M Ha JIIO00M,
CKOJIb YTOIHO MaJIoM, OTpe3Ke BPEMEHU, 3aJaBae-
MoM ucciaenoBarenaeM. [Ipy 3TOM TOYHOCTh OLIEHKU
MOXKET ObITb MOBBIIICHA 3a CYET YBEJIUUCHUSI CTEIICHU
CEerMEHTalIMU TOoJIydaeMbIX TPEKOB 110 BpEMEHM, B 3a-
BHUCHMOCTH OT pa3pabaTbIBA€MOIo Au3aiiHa 1 MOTPeo-
HOCTell uccienoBarelisl. OMmoOJTHUTEIbHBIM IIPEUMY-
IIIECTBOM pa3pabOTaHHOIO MeToja Mepes CyILIeCTBYIO-
UMM CIIOCO0AMU OLIEHKU SIBJISIETCSI YCTOMUYMBOCTD K
BBIOpOCAM B paMKaxX aHAJIM3UPYEMOI BHIOOPKU KJIE-
ToK. PaHHME WM CIMIIKOM TMO3IHME IToKa3aTelu
CHIDKEHUS I yBeJIMIeHUST 3((OEKTUBHOCTH KIJIETOU-
HOM MOABMXXKHOCTU OOCTAaTOYHO IMPOCTO OTCEMBAIOTCS
Ha OCHOBaHUM pacuera KoadduimeHTa cTaHIapTHOTO
OTKJIOHEHUSI M CTAaHIAPTHOM OILIMOKM CpeIHero mIJist
aHAJIM3UPYEMOU KOTOPThI, TOrIa Kak 60jee KOHBEH-
LIMOHAJIbHBIE METOJBl TPEOYIOT MOMOJHUTEIBHOTO
payHaa ¢puabTpalui JaHHBIX.

Takum o6pa3oM, pa3paboTaHHBIN METOH, ITO3BO-
JISIeT TIPOBECTH KOJIMYECTBEHHYIO OLIEHKY U Bajuaa-
LIMI0 HAOJI0MaeMbIX KaueCTBEHHBIX U3MEHEHUI Xa-
pakTepa TMOJABUXXKHOCTU KJIETOK MpHU AEHCTBUU pa3-
HBIX areHToB (B HameMm ciydae — JITT), kotopoe
BbIpaXkaeTcs B BUie Takoro addekra Kak cell-stalling
(“3acTpeBaHue KjiIeTKn”’). TeM He MeHee, yUYUThIBast
YHUBEPCAILHOCTb METO/Ia, MbI MpearoaraeM ooJsee
IIMPOKOE WCIIOJIb30BAaHUE TIpemIaraéMoil TEeXHUKU
JUUTSI KOJTMYECTBEHHOM OLIEHKU U3MEHEHUS XapaKTepa
KJIETOYHOI mOABIMKHOCTH Ha 2D-cyb6crparax. Tak,
anantanus agantauuu AACt MeToma MOXeET ObITb
KCIIOJIb30BaHa MPU MCCIAEN0BAHUN BIUSIHUS TTOTEH-
LIMAJIbHO JIEKAPCTBEHHbBIX ar€HTOB Ha MOABUXHOCTD
HOPMAaJIbHBIX M OMYXOJIEBbIX KJIETOK. MeTomo0rust
MO3BOJIUT BBISIBUTb HE TOJILKO (haKT 3aBUCUMOCTH
MOJIBUXKHOCTU OT 3KCNEPUMEHTAIBLHOTO BO3eii-
CTBUSI, HO M IIPOBECTU CPAaBHUTEIbHBIN aHANU3 CTe-
neHn 3(PpPEKTUBHOCTU UCTIOJIB3YEMBIX MOTECHIINAIb-
HO JIEKapCTBEHHBIX areHTOB B 3aBUCUMOCTU OT MO-
MeHTa BO3HUKHOBEHUS TeparieBTU4ecKoro 3¢ gekra.

Takum oOpazoM, MbI TTOKa3ajau, UYTO WHIYKTOP
ctpecca OIIP JITT oka3pIBaeT CXOOHOE BIMSIHME Ha
Mopdosiornyeckre TpU3HaAKU, OTpaxalolye JIOKO-
MOTOpHbIE CBOMCTBa KJIETOK, a TakXe Herocpem-
CTBEHHO Ha MUTPATOPHbIE CBOMCTBA KYJIbTUBUPYEMBIX
JIepMaabHBIX (UOPOOIACTOB M KIIETOK (PUOpocapKo-
mbl HT1080, BeI3bIBast peopraHn3alinio aKTUHOBOTO
LIUTOCKeeTa U (hOKaTbHBIX KOHTAKTOB B 3TUX KJIETKAX,
COIPOBOXKIAIONIYIOCS U3MEHEHNEM MOBEPXHOCTH KJle-
TOK, YMEHbIIIEHWEM TUJIOIAAN WX PacIllacTbIBaHUS U
CHIKEHUEM TTOABMKHOCTHU KJIeTOK. [ToaToMy mipu pas-
paboTKe MPOTHBOOMYXOJEBbIX TPenapaToB, BbI3bIBa-
OIIMX TUOEeIb KJIETOK uepe3 aKTUBAIMIO cTpecca
BIIP, cnemyeT yduThIBaTh BIUSTHUE ITUX ITPENapaToB
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Ha HOpPMaJIbHbIE KJIETKM, B TOM YMCJIE HA MUILIEHU, HE
CBSI3aHHBIE HEITOCPeICTBEeHHO ¢ akTuBanueit UPR.
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Endoplasmic Reticulum Stress Inducer Dithiothreitol Affects the Morphology
and Motility of Cultured Human Dermal Fibroblasts
and Fibrosarcome HT1080 Cell Line

E. P. Turishcheval- *, G. A. Ashniev!, M. S. Vildanova', and E. A. Smirnova!

Lomonosov Moscow State University, Department of Cell Biology and Histology, Moscow, 119234 Russia
*e-mail: kitten-caterina@yandex.ru

Some inducers of endoplasmic reticulum (ER) stress can affect the motility of normal and tumor cells. How-
ever, it is unknown what mechanisms mediate this effect and whether it is a consequence of ER stress. The
aim of our work was to study the effect of the ER stress inducer dithiothreitol (DTT) on morphological fea-
tures reflecting the locomotor properties of cells, as well as directly on the migratory properties of cultured
human dermal fibroblasts and fibrosarcoma HT 1080 cells. We have shown that DTT causes disruption of the
organization of actin cytoskeleton in both types of cells, which is accompanied by a change in the cell surface
and shape of cells, as well as a decrease in their spreading area. In addition, a decrease in the number of focal
contacts was observed in dermal fibroblasts. DTT also reduced the motility of dermal fibroblasts and fibro-
sarcoma cells. To analyze cell motility and determine the moment of its change, we developed a method
which showed that the change in the migratory properties of fibrosarcoma cells cultured with DTT began ear-
lier than in dermal fibroblasts. Thus, activation of ER stress by DTT is accompanied by a change in the orga-
nization of the actin cytoskeleton and motility in normal and tumor human cells. Consequently, ER stress
triggered by various inducers with different mechanisms of action affects the motility of normal and tumor
cells, which must be taken into account when developing antitumor drugs that cause cell death through acti-
vation of ER stress.

Keywords: dithiothreitol, cell motility, fibroblasts, fibrosarcoma cells, ER stress
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AnantuBHble MaTepuHCKUE 3(¢heKThl, MOBBIIAIONINE TPHUCIIOCO0IEHHOCTh MOTOMKOB, YacTO ObIBAIOT
00YCJIOBJIEHBI IOJITOBPEMEHHBIMY CTPECCOBBIMM BO3IIEMUCTBUSIMU Cpelbl OOMTaHWSI HA MAaTEPUHCKUIL opra-
Hu3M. Bo3HukaeT Boripoc — Beerna v 3 heKThl TAKOTO CTpecca ananTUBHBI U151 TOTOMCTBA 1 B KAKUX CITy-
YassX OHW MOTYT IPUBOIUTH K HapyIIeHUM pa3Butusi? OMHUM M3 CTPECCUPYIOMNX (PAKTOPOB CYUTAETCS
HemnpenackalyemMoe u3MeHeHMe yCIoBuii cpennl. Hareit 3amadeii ObU10 IIpOBEPUTH, MOXET I OOUTaHUE Ma-
Tepu B HECTAOMJIBHOM cpelie MPUBOIUTH K CHUXKEHUIO YCTOHYUBOCTU SMOPUOHAIILHOTO Pa3BUTUS Y €€ 0~
TOMKOB. MaTepuHCKasi mOmyJIsiiysl OpIOXOHOTOro MoJutiocka Lymnaea stagnalis Oblja pa3neieHa Ha IBe
TPYIIBI C pa3IMYHBIMU YCJIIOBUSIMU coiepXaHus. [1Jist TepBoOii rpyIImbl YCI0BUST MOAAEPKUBAIMCH MaKCH-
MaJIbHO CTAOUJIBHBIMU, C TIOCTOSTHHBIM MPOTOKOM BOJIBI M U30BITOUHBIM KOpMJieHMeM. Bropas rpymra co-
Jiep>Kajlach B HECTaOMJIbHBIX (CTPECCOBBIX) YCIOBUSIX, C AMU30ANYECKMMU KOPMJICHUEM U CMEHOI BOIBI.
Okazajoch, YTO caMU Mo cedbe HeCTaOUIIbHBIE YCJIOBUS HE BIMSIOT Ha YacTOTY aHOMAJIMM pa3BUTHS Y T10-
TOMKOB. [TockoJibKy paHee HaMu ObLIO MTOKa3aHO, YTO POJIb CUTHAJIBLHOTO (hakTopa, ONMoCcpeayloliero Ma-
TepuHckuit apdexrty L. stagnalis BBINOITHSIET CEPOTOHUH, MBI ITOABEPIJIU SMOPUOHOB 00EUX IPYIII OO -
HUTEJbHOMY BO3ICHCTBUIO — MHKYOAIIMM B pacTBOpe OMOXMMMYECKOTO TMPEenIeCTBEHHUKA CEpOTOHNHA
(5-HTP). Ilocne nuky6auuu B 5-HTP nons asMOproHOB ¢ aHOMaIMsIMU pa3BUTHS ObLIa 3HAYMMO BBIIIIE
Ccpely TOTOMKOB MaTtepeii, 0OUTaBIIMX B HECTAOMIBbHBIX YCIOBUSIX. MBI MOATBEPAMIINA BaXKHYIO POJIb CEPO-
TOHMHA KakK (haKkTopa, OIMOCPEIYIOIIETO CBI3b MEXIYy OpraHN3MaMy MaTepy M TOTOMKOB, BBISIBUB CEPOTO-
HUHEPruyecKylo MHHepBaluIo TKaHU TepMadpOoaUTHOM XeJie3bl (OBOTECTUCA) M aKKYMYJISILIAIO CEPOTOHU -
Ha B LIUTOIUIa3Me (DOPMUPYIOIIMXCS 00UUTOB. Hallln 3KCrepuMeHThI TO3BOJISIIOT MPEANOI0XUTh, YTO MPU
CTPECCOBOM BO3/IEHCTBUM YCIIOBUI Cpeibl HA MATEPUHCKUI OPraHU3M aKKyMYJISILIUSI CEPOTOHUHA STiflie-
KJIETKOI/3UTOTOM MOXKET IOBBIIIATHCS 10 HEAAANTUBHOTO YPOBHS Y IPUBOIUTH K CHMKEHUIO YCTOMYNBO-
CTH pa3BUTUsI SMOPUOHOB.

Karoueswie cnosa: matepuHckue 3G @GEKThHI, YCTOMYMBOCTh Pa3BUTHS, AaHOMAJIMUA PAa3BUTUSL, MATEPUHCKUI
cepotroHuH, Gastropoda, Lymnaea stagnalis
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BBEAEHUE

DOMOpHOHAILHOE pa3sBUTHE — HEOOBLIYAHO TIjIa-
CTUYHBII IIpoliecC, Ha MPOTeKaHNEe KOTOPOIO BIIMSI-
IOT KaK (pakTopbl BHEILIHEN Cpeabl, TAK U CUTHAJIBI,
MOCTYyMAaKXIINe U3 MaTEPUHCKOro opraHusmMa. Marte-
puHckHue 3(p@PEeKThl — BIUSHUE (PEHOTHIIA MaTepH
(B TOM 4YHCJIe €€ COCTOSIHMSI, OOYCJIOBJICHHOIO Cpe-
J10it) Ha (PEHOTUI IIOTOMCTBA — BaXKHBI IIPU paCCMOT-

PEHUU BOIIPOCOB 3BOJIIOLIMOHHOM OUOJIOTUU, OCO-
GEHHO KacCaloILIMXCST 9BOJIIOLIMY aJallTUBHOTO (peHO-
tuna (Sheriff et al., 2017; Moore et al., 2019).
HaubGosee oueBUAHO BIMSTHUE MaTepUHCKUX 3 heK-
TOB IIPU Pa3BUTUU SMOPHUOHA BHYTPU OPraHM3Ma MaTe-
pH, KaK, HalIpuMep, y MIIEKOTTUTAIOIINX WU BETBU-
CTOYCBIX PAKOOOPAa3HBIX C BLIBOAKOBBIMU KaMEpaMH.
OnHaKo MOSBIISIETCS BCe OOJIbIIE JAHHBIX O TOM, 4TO
MaTepruHCKHE 3(pDEKTHI PeaTn3yIOTCS TAKKE B TEX CITY-
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yasix, KOrga BHYTpH OpraHu3Ma MaTepy IIPOUCXOIUT
TOJILKO OOT€HE3, a pa3BUTHE SMOpHOHA MPOTEKaeT B
okpyxarmeit cpene (Love et al., 2013). Ve He-
CKOJIbKO OECATWJICTUII aKTUBHO OOCYyXIaeTcs, Ha-
CKOJILKO BEJIMKO amallTUBHOE 3HAYEHWE MaTepUH-
ckux addexToB (Marshall, Uller, 2007). BeposiTHoO,
aJarTUBHBEICE MaTepUMHCKUE 3(@eKTHl, ITOBBIIIAIO-
III1e TIPUCIIOCOOJIEHHOCTh ITOTOMKOB, OOYCIIOBJIEHBI
CTPECCOBBIMU YCJIOBHUSIMU, TTPUCYTCTBYIOIIIMMMA U CO-
XPaHSIOLIUMUCS B Cpelie OOUTaHUS JOCTATOYHO JIJTH-
TelbHOEe BpeMsi. B TakoMm ciydae obecredmBaeTCs
“ImporpaMMupoBaHie” ITOTOMCTBA, T.€. €ro ITOIATO-
TOBKAa K OOWTAaHWIO B HEOJAroIpUsITHON cpene
(Moore et al., 2019).

BosnaeiicTBue MaTepMHCKOro cTpecca Ha (pusuo-
JIOTMIO U MOBEIeHVE MOTOMCTBA U3Y4aloT, B OCHOBHOM,
Ha TI03BOHOYHBIX. MHOXECTBO pPabOT IOCBSIIEHO
“IporpaMMHUpPOBaHUIO” MMOTOMCTBA C IMTOMOIIBIO TJTIO-
KOKOPTUKOMIHOUN TOpMOHaIbHOI cuctembl (Sheriff,
Love, 2013). OnguH 13 CaMbIX U3BECTHBIX IIPUMEPOB —
LUKJI ICCJIENOBAHWI B KAHAICKOM ITOITYJISIIINY OCTKHN
Tamiasciurus hudsonicus (Dantzer et al., 2013; 2022).
Y Marepu-06eabuMxu, WCIIBbIThIBAIOIICH CTpecc B
YCJIOBUSIX BBICOKOU TIJIOTHOCTU MOIMYJSILIMU, TTOBBI-
1IaeTCS KOHLIEHTpallMs KOpTU30Ja B Mojioke. B pe-
3yjJbTaTe ee IMOTOMKHU-OejibuaTa ObICTpee pacTyT u
paHbllIe MPUCTYNaT K 3axBaTy Tepputopuu (Dan-
tzer et al., 2013).

Cpenu 6ecrio3BOHOYHBIX B OTHOLLIEHUW MaTepUH-
cKuxXx 3@G@EeKTOB XOPOIIO M3Yy4eH IPECHOBOMTHBIMN
MOJUTIOCK Lymnaea stagnalis (0ONbIIOI TIPYIOBUK). Y
9TOTO BUJIA MOKA3aHO BIMSHUE YPOBHS CEPOTOHMHA
B OpraHu3Me MaTepu Ha pa3BUTHE U (pOpMUpOBaHUE
ToBeAeHYeCKUX MporpaMM notomkoB (Ivashkin et al.,
2015). YpoBeHb CEpOTOHMHA B OpraHU3Me B3pOCIOTO
MOJIJTIOCKA 3aBUCHUT OT CE30HA: OH MaKCUMaJIeH B Be-
CEHHEe-JIETHUE MeECSllbl U MUHUMAaJeH B OCEHHUE.
ITpu 3TOM BeceHHe-JeTHUE MOTOMKHU HauboJiee ak-
TUBHBI, CTPEMSITCS BbIJIE3TU K KPOMKE BOJIbI, JIyYllle
MEePEeHOCST TMIoKcuio. B To e BpeMst oceHHUE TOo-
TOMKHU OOJIBIIYIO YaCTh BPEMEHU TIPOBOJIST Ha JIHE
BomoeMa u 6osblile easaT. O6e mporpaMMbl pa3BUTHUS
MPEACTABISIOTCS JOCTATOUHO aAalTUBHBIMU JIJISI COOT-
BETCTBYIOLIETrO ce30Ha. OHaKO, YpOBEHb CEPOTOHUHA
B OpraHu3Me MaTepu Oo4eHb JaduieH. OH MOXKET TTOBBI-
1IaThCsl HE TOJILKO B 3aBUCUMOCTH OT BpeMEHU rojia, HO
U MPU HACTYIJIEHUU CTPECCOBBIX YCJIOBUi1, HAIPU-
Mep, Ipu HepocTaTke nuiu (Josse et al., 1968; Steen
etal., 1973). B To ke BpeMsI 9KCIIepUMEHTAIHLHO ITOKa3a-
HO, UTO TIOBBILLIEHWE YPOBHSI CEPOTOHMHA B KJIETKAxX
paHHero sMOpHUOHa MTPUBOJIUT K CYyIIIECTBEHHOMY I10-
BBILLIEHUIO KOJIMYecTBa aHoMaiuii pa3Butus (Ivashkin
et al., 2015). Ilpu aToM B HOpMe MOP(HOJIOTNIECKIE
aHOMaJIMY BO3HUKAIOT Y OOJIBIIIOTO MPYyAOBUKa KpaitHe
penko (menee 0.001%). Hen36exkHO BO3ZHUKAET BO-
MPpOC — e MPOXOIUT Ta IpaHb, MTOCJIe KOTOPOii MaTe-
pUHCKUe 3(deKThI (B HAlLIEM cilydae orlocpeoBaHHbIC
U3MEHEHWEM YPOBHS CEpOTOHMHA) TEPECTaloT ObITh
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aJanTUBHBIMU 11 TTOTOMCTBA U MIPUBOIAT K Hapy-
IIEHUSIM Pa3BUTHS?

Harueit 3agayeii ObLJIO ITPOBEPUTH, MOXKET JIX OO -
TaHUE MaTepyu B HECTAOMILHOM Cpelie IIPUBOIUTH K
CHIDKEHUIO YCTOMYMBOCTH SMOPUOHAIEHOTO Pa3BUTHS
L. stagnalis. VI3BeCTHO, 4YTO HEMOCTOSIHCTBO CpEIbl
0o0UTaHUSI — OOWH U3 YHUBEPCAJIbLHBLIX CTPECCOBBIX
(akTOpOB. DTO MOXKET OBITh MEHSIIOIIASICS TIOCTYITHO-
CTU TIWILU, YPOBEHb 3arpsi3HEHUsI BOABI TIPOAYKTaAMU
XKU3HENesITEIbHOCTH, TPOMKIE 3BYKH, MEHSIIOIIEECs
ocgemenue (Sheriff et al., 2017). B nHamrem ucciemoBa-
HUY Mbl BapbMpOBAJIM JIBa MapamMeTpa: JTOCTYITHOCTb
MUY ¥ YPOBEHB 3arpsI3HEHHOCTU BOIBI, B KOTOPOIA
XKHUBYT IOJ0BO3peiibie ocobu. Mcxomst U3 Toro, 4ro
OIHUM M3 CUTHAJIbHBIX (haKTOPOB, OIOCPEAYIOIINX
MarepuHckue apdexTol y L. stagnalis, siBasieTcs: cepo-
toHuH (Ivashkin et al., 2015), MBI TTOOBepraam 3MOpHUO-
HOB JIOTIOJTHUTEJIbHOMY BO3ICMCTBUIO — MHKYOAlIUU B
pacTBOpe OMOXMMHMYECKOTO MPEIIIeCTBEHHUKA CEPOTO-
auHa (5-HTP) (Bogomolov, Voronezhskaya, 2022). /1a-
Jiee Mbl OLICHUBAJIA YaCTOTY BCTPeUYaeMOCTU MOPPOJIO-
TMYCCKNX aHOMAIM B KaXIOM M3 SKCIIEpUMEHTAIb-
HBIX M KOHTPOJIbHBIX rpyIm. Ham ymaigoch mokasarsb,
YTO OOUTaHME MaTepy B HECTAOMJILHOI Cpesie MOXKET
IIPUBOIUTH K HeagalTUBHBIM MaTepUHCKUM 3 PeK-
TaM, a MMEHHO K CHIZKEHHIO YCTOMIMBOCTH SMOPHO-
reHes3a, 4To MPOSIBJISIETCS KaK 3HAUMMOE YBeJIMUeHUE
YaCTOThI BCTPEUYAEMOCTH aHOMAJIIA Pa3BUTUSL.

MATEPUHAJIbI U METO/bI
Kyasmueuposanue mamepunckux ocobeli

JIabopaTopHasi KyJabTypa OOJBIIOrO IIPyJOBHKA
Lymnaea stagnalis iojlyueHa 13 MaTOYHOTO CTaaa, CO-
JepxXalerocss B YHuBepcureTe . AMcTepaaM, 1 Io-
nepxuBaercss B HMHCTUTYTe OMOJOTMU pa3BUTUS
nMm. H.K. Konbiosa ¢ 1996 r. Bapocibie ocobu co-
IepxKaTcsl B akKBapuymMax NpW TeMmIieparype 22 =+
0.1°C co cMmeHsieMoii (DMILTPOBAHHOI BOIOIPOBOI-
HOI BOOOM, aspaliveil U OCBELLICHUEM B TEUEHUE BCETO
roga 16 : 8. KopmieHue KMBOTHBIX U OTOOP KJIag0K
MPOU3BOIMUTCS ABa pa3a B HEJEJIIO.

Huoyuyupoeannslii Hepecm u codepicanue Kaadok

s mony4yeHUst SMOPHUOHOB C CUHXPOHHBIM pas-
BUTHEM, MOJIJIIOCKOB ITEPEHOCUJIM B YMCTYIO OTCTO-
SIHHYIO Bony. Uepes 5 u HaXxoXIeHUsI B YUCTOM BOJE,
MOJUTIOCKHM OTKJIAABIBAIOT KIIAAKW MPAKTUIECKHU Ofl-
HoBpeMeHHOo. [Toce mojiydeHUs1 KJIanoK >XKUBOTHBIX
cpa3y mepeMellaad o0paTHO, B YCJIOBUSI, COOTBET-
CTBYIOIIHE KaXXI0I DKCIIEpUMEHTAILHOI TPyIINe.

IlepBoe neneHue NpoOJIEeHUST B pa3HBIX KJaakax
HauyMHaJIoCh C pa3Hulieil He 6ojiee 30 MmuH. CTtagun
pa3BUTUS SMOPUOHOB OIpeAcsId I0 TabIuile
HOPMaJIbHOTO pPa3BUTHUS OOJBIIOrO MPYIOBUKA
(Meshcheryakov, 1990). Knagku coaepxanu B Tep-
MocTate npu temmneparype 25°C. B Hopme nipu 25°C
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pa3BUTHE OT CTAAUM ABYX 0J1aCTOMEPOB 10 BBUIYILIE-
HUS JIMYMHKU U3 siilia 3aHuMaeT 12 gHeit. PanHee
JIpobJeHue 3aBeplIacTcs yepe3 24 4 mocie popMu-
pOBaHMS TIEPBOI OOPO3OHI IeIeHUI IPOOICHMS, Ta-
CTPYJISILIMS IIPOXOIUT B MHTEpBaje 24—36 4, hopMu-
poBaHUE PAaKOBHMHEI, IIa3, IIyIajell HaYnMHaeTCsT Ha
3—4-1f meHb pa3BUTHSI.

9KCH€puM€HmaﬂbH0€ U3MeHeHue
@LBL!O/ZOZM‘!@CKOZO COCMOAHUA
MAMepUHCK020 opeaHusma

Cxema npoBeJeHUs 9KCIepUMEeHTa MpeacTaBieHa
Ha puc. 1. Bcero 0bu10 MpoBeIeHO 5 HE3aBUCUMBIX
MOBTOPOB 3KcliepuMeHTa. M3 MartouHoro crana
chopMUpPOBaU 2 TPYIIIbI TOJIOBO3PENBIX YIUTOK, TTO
36 ocobeit B kaxmoii (puc. 1). YINTOK KaxKIOM TpyIIITbl
TTOMEITAIM B KOHTEeifHephl o 6 mTyk. s Bo3mei-
CTBUSI Ha MX (PU3UOJIOTUYECKOE COCTOSTHUE YCIIOBUSI CO-
Jiep>XXaHusl MEeHsUIM NByMsl cniocobamu. B mepBoii
rpynme (CC, ctabuiibHasl cpelia) BCe KOHTEMHEPHI C
VJIUTKAMU TIOMeIan B YCTAHOBKY C HETPEPbIBHBIM
IIPOTOKOM BOJIBI M KOPMUJIM B U30BITKe (puc. 1). Bo
Bropoii rpynne (HC, HecTabuiabHas cpena) KOHTeH-
Hepbl ObUIM U30JUPOBAHBI OT MPOTOYHON CUCTEMBI,
CMeHy BOIbI (2 JI) IpOBOOWIIM pa3 B TPU OHsSI, KOPM
JlaBaju BO BpeMs cMeHbI Boasl (puc. 1). KonnmyecTBo
KOpMa pacCYUTBIBAIOCHh TAKUM 00Pa3oM, UTO OCHOB-
HYIO €ro Maccy CUIsIIMe B KOHTeHHEpe YIUTKU Che-
JlaJIu B TeYEHUE MEPBOTO THS.

Knanku nmonyyaad MeToaoM MHAYKIIMU, OTIMCaH-
HBIM BBIIIE. 711 IpoBemeHNS SKCIEPUMEHTOB C 9M-
opuonamu ot rpynnbl CC u rpynnbel HC ciyyaiiHeIM
obpazom otoupanu no 10 kmamok (puc. 1). Knanku
rpynmsl CC cocraBmsumi rpynny HTP-CC, a knanku
rpyrmel HC cocrasasim rpymry HTP-HC. Kaxnoyro
U3 KJIad0K JOSJVIIN TIoMojiaM: MOJOBUHA KJIaAKU UC-
nonb3oBanachk B omnbiTe (rpynnbl HTP-CC-omnbiT 1
HTP-HC-omnpIT), MOI0BMHA — B KOHTPOJIE (TPYMIIbI
HTP-CC-xontponb u HTP-HC-koHTposb) (puc. 1).

9Kcnepwvzeﬂma/lbﬂoe noevliierHue ypoeHs:
CEepOMOHUHA 68 KaemKax 9M6PUOH08

st aKCreprMeHTabHOTO TOBBILIEHUSI YPOBHS
CepOTOHMHA Yy 3apOJibIIlIeli MCTIOIb30BAIN paHee OT-
paboranHyio metonuky (Ivashkin et al., 2015). fiina
U3BJIEKAJIM U3 KOKOHOB U TTepeHOCUIIN B yaiku [letr-
pu (3 cM B nuamMeTpe) ¢ 2 MJI MHKYOaIlMOHHOI'O pac-
tBopa. B xonTpone (puc. 1, HTP-CC-koHTpONs n
HTP-HC-KoHTpoJb) B KayecTBe MHKYOAIIMOHHOTO
pacTBOpa MCIOJIb30BaU KUIISTYEHYIO0 (DUIBTPOBaH-
Hy10 Boay ¢ 0.1 MM ackopOMHOBOI KUCIIOTHI. B OIThI-
te (puc. 1, HTP-CC-onbiTr 1 HTP-HC-onbIT) uc-
MOJIb30BaJIM pacTBOp 1 MM mipeaiiecTBEeHHUKA Cepo-
ToHuHa (5-HTP) 1 0.1 MM acKopOMHOBOI KMCJIOTHI.
ACKOpOUWHOBasI KUCI0Ta UCTTOIb30BAJIACh ISl TIPENOT-
BpaieHust okuciaeHus S-HTP. Yepes 24 4 makyOanuu
ST TIIATEJIPHO OTMBIBAIN KUTISTYEHOM (PMITBTPOBaH-

HOI BOZOITPOBOIHOM BOJIOM M ITPOHOJKAIA MHKYONPO-
BaTh B TeX K€ YCJIOBUSIX A0 3aBEPIICHUS Pa3BUTHS (CTa-
nus 29 o MeriepsikoB, 1990). Mopdosoruio amopuo-
HOB aHAJIM3UPOBAJIM TIOA CTEPEOMUKPOCKOIIOM
Olympus SZ 60 (Japan). MopdonoruyecKuMu aHo-
MaJuSIMU CUUTAIM OTKJIOHEHUS B CTPOEHUU SMOPU-
OHOB OT OIMMCAHHOTIO paHee IJISI HOPMaJIbHOTO pa3-
Butus (Bogomolov, Voronezhskaya, 2022).

HMM_)/HOXLIMLI‘!éCKO@ 6blA6NeHue
CepoOmoHUHA 6 2oHaodax

Bapocnbix ocobeit aHeCTe3UpOBaIN OXJIaXKIEHUEM
Ha yibay. ToHambpl M3BJIEKAIM BMECTE C OKpPYXKaloIlek
TKaHBIO TI€YeHH, PACIIPaBJIUIM Ha TOMJIOXKE U3 MO~
MEpPU30BaHHOIO CUJIMKOHA M HEMEMJIEHHO (PUKCUPO-
Bay B 4% mapadopMmanbaeruae Ha 0.01 M dbochatHOM
oydepe (PBS, pH 7.4). Yepe3 4 4 TKaHb OTMBIBAJIA B
PBS ¢ no6asnenuem Tputon X-100 (PBT) u Beiaep-
xuBaiu B 1% tputoHe Ha PBS B TeueHMe Tpex CyToK.
3ateM TKaHb oTMbIBasii PBS, mmHnmerom yompanm
U3JIMIIKU TKaHU, OKpyXamleit ToHaabl. OUMIIeH-
HYIO0 TKaHb TOHAJ MHKYyOMpOBaJM B pacTBOpE Iep-
BUYHBIX aHTUTEJT IIPOTUB cepoToHMHa (Immunostar,
Hudson, WI, #20080) 1 : 2000 na PBT ¢ 5% 6n1unero
CBIBOPOTOYHOIO ajbOyMHWHAa B Te€UYeHHUE 3-X CYTOK.
3ateM TKaHb 3 pa3a otMbiBanu PBT n makyonposanm
BO BTOPUYHBIX aHTUTEJIAX, KOHBIOTMPOBAHHBIX C
dayopodopom (goat anti-rabbit Alexa 488, Invitro-
gen, A11008) 1 : 600 Ha PBT B TeueHue cyTok. 3ateM
TKaHb TIIATeJIbHO OTMbIBaJIM B PBS, mokpaiunuBanu
sapa DAPI (0.001%) n momemmanu B 90% mmiiepuH
Ha PBS mrsa npocBetnenus. Yepes 2 cyT TKaHb aHa-
JIMBUPOBAIM C MWCIOJb30BaHUEM KOH(MOKAJIbHOIO
Mmukpockoria Zeiss 880 (Carl Zeiss, Germany) ¢ IIpu-
MEHEHHWEM COOTBETCTBYIOIIEro Habopa (UILTPOB.
DuHanbHbIe U300paXkeHUsI MOJIyYalu C UCTIOJIb30Ba-
HUEM IporpaMMHoro obdecnedeHust ZEN.

B xadecTtBe KOHTpOIS CIEUM(PUIHOCTA aHTUTET
KCITIOJIb30BAJIM TOT XK€ CaMblii IPOTOKOJI, HO Oe3 11ara
WHKYOALIU TKaHE B TIEPBUYHBIX AHTUTEJIAX IPOTUB
cepoTOHUHA. B 3TOM cilyyae HUKAKOM MOJIOXUTEIb-
HOM peakliMi B TKaHU OOHapYyKeHO He ObLIO.

Cmamucmuueckuil ananiu3 pesyabmamoes

ITnopoBUTOCTH (CpeaHEE YMCIIO KJ1aI0K Ha YIIMTKY

U CpellHee YKCJIO SIULL B KJIaKe) CpaBHUBAJIACh MEX-
ny rpyrmmamu CC u HC ¢ nmomoipio Tecta ManHa—
YutHu (rporpammusbiii naketT GraphPad Prism 8.0).
ITporuieHTHYIO 10J1I0 MOPMOIOTUYECKUX aHOMAIUI Y
9MOPUOHOB TTOACYUTBHIBIM B KaXIOW U3 5 MOBTOP-
HOCTell aKcIiepruMeHTa (OIbIT U KOHTPOJb). Bcero
ObLIIO MpoaHaAIM3UPOBaHO 2947 3MOPUOHOB I'PYIIMbI
HTP-CC (1467 onbiT u 1480 KOHTpoIb) U 2948 5M-
6prionHoB rpynmel HTP-HC (1479 ombiT u 1469 KoH-
Tposib). CpaBHEHME YaCcTOT BCTPEYAEMOCTH aHOMAaJTUIA
pa3BUTUSL Y SMOPUOHOB ABYX I'PYMIT BHIMIOIHSIMN C TIO-
Molblo TouHoro kputepusi @uinepa (Fisher’s exact
OHTOTEHE3 Ne 5
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I'pymma CC I'pyrmma HC
— ad libitum — 1 pa3 B 3 nHs
(Hedocmamok nuuu)

— IIPpOTOYHasA
crucremMa

— cMeHa 1 pas
B 3 mHS

5 MOBTOpPHOCTEM 5 MOBTOpPHOCTEM

HTP-CC- HTP-CC-
KOHTPOJIb OIBIT

HTP-HC- HTP-HC-
KOHTPOJIb OITbIT

|
|
|
|
|
|
!
!
|
I
I
!
|
|
|
|
|
|
|
|
|
|
|
|
|
|
|
I
I
1
|
1
|
|
|
|

Puc. 1. Cxema sKcriepyuMeHTa 1Mo U3MEHEHUIO (hH3MOJOTMYECKOTO COCTOSIHUSI OpraHru3Ma MaTepUHCKUX ocobeit L. stagnalis.
IlepBas rpymia, CC — B3pocibie YIUTKHA COAEPKAIMCH B CTAOMILHBIX YCIOBUSIX, TO €CTh B CpeJie C ITOCTOSTHHO TOCTYITHOM I -
el ¥ cTabMIbHO HU3KUM YPOBHEM 3arpsisHeHust Boabl. Bropas rpynmna, HC — ynutku comepkainuch B HECTaOMIbHBIX YCIIO-
BUSIX, MOJEJIMPYIOLIMX CTPECCOBbIE BO3ICMCTBUSI (CMEHA BOAbI M KOPMJICHUE Pa3 B TP JIHSI, TPUYEM IUIIU XBAaTAJIO TOJIBKO Ha
MEePBBIi AEHBD).
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Tab6muna 1. CpaBHeHUE TIPOLIGHTHBIX 10Jie SMOPUOHOB ¢ aHoManusiMu pa3BuTus B rpynnax HTP-CC-omnbir 1 HTP-HC-
OITBIT (ITOITapHOE CpaBHEHME MOBTOPHOCTEI SKCIIEPUMEHTOB)

HTP-HC-onbiT
IMOpUOHbL ¢ anomanuamu pazeumus (%)

MOBTOPHOCTH 57% 67% 61% 78% 69%

E - IR 15% 4.16E-26* 3.42E-36 3.78E-31 1.06E-55 4.50E-41
8 § §§ 21% 1.46E-18 8.82E-28 3.96E-23 9.84E-46 3.63E-32
z § § § 18% 5.91E-21 2.26E-30 1.70E-25 1.67E-48 1.15E-34
E ; N § 37% 5.74E-10 2.77E-17 1.32E-13 5.38E-32 8.43E-21
29% 1.12E-12 9.70E-21 1.04E-16 7.31E-37 8.97E-25

* [lpuBeneHsl ypOBHUM 3HAUNMOCTHU pasznnunii (p-levels) mexxny rpynmamu HTP-CC-ombit 1 HTP-HC-omnbiT (TorapHo cpaBHUBAINCH
OTIIe/IbHbIE TOBTOPHOCTH SKCIIEPUMEHTOB); YPOBHU 3HAYMMOCTU CKOPPEKTUPOBAHBI C MOMOILbIO MeToaa boHbepoHu.

test), MCHOJNB3YSl OHJAMH KajbKyJsTop https://
www.medcalc.org/calc/fisher.php. Jpyr ¢ mpyrom
cpaBHUBaNIUCh Bce moBTopHocTu rpynnn HTP-CC-
onbiT 1 HTP-HC-onbIT T.. OBUIO BBIIIOJHEHO
25 cpaBHeHmt. C yyeTOM MHOXKECTBEHHOCTHU CpaB-
HEHUI NMpOoBOAUIACH KOPPEKTUPOBKA YPOBHEI 3HA-
YUMOCTU pa3nuuunii. KoppeKTUpoBKa BBIIIOJIHSIIACH
MmetonoM boadeponu (Bonferroni correction) u me-
tonoM FDR (false discovery rate) c momolIibio CKpUIITa,
CO3IaHHOIO B cpele si3blka R (B Tabn. 1 mpuBeneHbI
p-levels, ckoppeKTupoBaHHEIE 00JIee XKECTKIM METO-
nom boHdeponu). Ckpunrt ObU1 J10O0E3HO IIPEno-
craByiieH HaM B.I. [pyuHBKOBBIM.

PE3VJIIBTATHI 1 OBCYXIEHWE

Mcxons u3 Toro, 4To HeCTabMIBHOCTh CPEIbI 00U -
TaHUsI — OJIMH U3 YHUBEPCAJIbHBIX CTPECCOBBIX (paK-
TopoB (Sheriff et al., 2017), MbI pa3geanian MaTEpUH-
CKYIO TIOITYJISIHUIO YJIUTOK Ha JBE IPYMIIbl. YCIOBUS
cofepKaHUsl pa3inyaarch IBYMSI XapaKTepUCTUKa-
MU: TOCTYITHOCTBIO MUILY U YPOBHEM 3arpsiI3HEHHO-
CTHU BOJBI, B KOTOPOI XXUBYT IIOJIOBO3PEJIble OCOOM.
st mepBoii rpynmnsl (ctabunbHast cpena, CC, puc. 1)
YCI0BUS TIONAECPXKUBAINCH MaKCUMAJIBHO CTAOWUITh-
HBIMU. YPOBEHb 3arpSI3HEHHOCTHY BOJIbI OBIJT HU3KUM
U TMOCTOSIHHBIM 32 CUeT UCIIOJb30BaHUSI MPOTOYHOI
CHUCTEMBI, a TINIIA OblJIa BCETIa JOCTYITHA 3a CUET U30bI-
TOYHOTo KopMJieHusl. Bropas rpymnma (HecTaOMIbHast
cpena, HC, puc. 1) comepkanach B IIOCTOSSHHO MEHSIIO-
IIMXCST YCIOBUSIX. 3aMeHAa BOAbI MPOMCXOIMUIIA TOTBKO
pa3 B TpU IHSI, YTO JEJIAJI0 YPOBEHbB €€ 3arpsi3HeHUsI
HecTaOUIbHBIM; KOPMJIEHUE TTPOBOAUIIMCH TOXE pa3
B TPH JIHSI, TIPUYEM eIbl 1aBaIOCh CTOJIBKO, UTOOHI e
XBaTajio TOJIBbKO Ha OIWH JIeHb. TaknM oOGpa3oMm, s
BTOPOIi TPYIIBI MOIEJIMPOBAIUCH YCIOBUS, CO3/1at0-
II1e CTPECCOBYIO CUTYAIIUIO.

Ha nepBoM »sTare Halero ucclIeIOBaHUST MBI
IIPOBEPMJIN, B KAKOM CTEIICHU HeCTaOMIbHasI cpea B
HAIIX SKCIEPUMEHTAX BIUSIET Ha (PM3UOIOTUYECKOE
COCTOSTHME B3pOCIbIX ocobeit L. stagnalis. I3BecTHO,

YTO XOPOIIMM WHAUKATOPOM (hU3UOJOTMYECKOTO CO-
CTOSIHUSI YJIUTOK SIBJISIETCSI TUIOJOBUTOCTb — JIAOWJIb-
HBIN IPU3HAK, 3aBUCSIIINIA OT BHEIITHNX YCIOBUA. Tak,
TUIONOBUTOCTDh L. stagnalis cHUXXaeTcss 10 HYJISI TIpU
JOCTUKEHUM KPUTUYECKM HU3KOM TeMIlepaTypbl
(Ivashkin et al., 2015). Takke oHa MOHMXKAETCSI TIPU
BO3JIEMCTBUM TaKMX CUJIbHBIX CTPECCOBBIX (DaKTOPOB
Kak npepbiBaHme Iponecca apixanus (Lukowiak et al.,
2014), ocBellieHUE IPKMM CBETOM (COOCTBEHHbIE Ha-
OmoneHus1) WK JuTesibHoe roonaHue (Joosse et al.,
1968; Van der Steen et al., 1973). B Hamx skcriepu-
MeHTax miogoBuTocTh B rpymmax CC u HC mocro-
BEPHO He paziuyaiach. OHa cocTaBsiia, B CpEIHEM,
0.34 £ 0.05 g CC (n =24, min = 0.25, max = 0.42) u
0.36 £ 0.05 s HC (n = 24, min = (.25, max = 0.43)
KJIaAKW Ha YJIUTKY 3a OOWMH WHAYLUUPOBAHHBINA He-
pect. Pazmep kinanok B rpynnax CC u HC takxke no-
CTOBepHO He ommmyaicsa. OH cocTaBisu1 72 + 8 (n = 24,
min = 61, max = 86) u 74 = 10 (n = 24, min = 61, max =
=92) giilia, COOTBETCTBEHHO. DTO TO3BOJISIET CUM-
TaTh, YTO MpPU OOMTAHUM MaATEPUHCKUX OCOOeil B
YCJIOBUSIX HECTAOWJIBHOTO TMOJTyYeHUS MULLIM U 3arpsi3-
HEHHOCTU BOJIbl MX (PU3UOJIOTUUECKOE COCTOSTHUE Ha-
XOAUTCSl B TIpefeliax OMMCAHHOTO B JIMTepaType [Jisi
nmanHoro Buga (Meshcheryakov, 1990). C npyroii cro-
POHBI, TIEPUOANYECKOE TOJIOaHNE CYIIIECTBEHHBIM 00-
pa3oM cKa3bIBaeTCsl Ha pa3IMYHbIX (PU3UOJIOTUYECKUX
xXapakTtepuctukax L. stagnalis, HaripuMmep, Ha CIIO-
COOHOCTU K (DOPMUPOBAHUIO YCIOBHOTO pedekca 1
zarmomuHaHuio (Ito et al., 2017). IToaToMy oOuTanue
B HECTAOMJIbHBIX YCJIOBUSX MOXHO CUUTATh paBHO-
3HAYHBIM cj1abomy cTpeccy (mild stress).

Hanee Mbl OLIEHUINU YCTOMYMBOCTD Pa3BUTHUS IM-
OpPMOHOB, MOJYYEHHBIX OT MaTepeit u3 rpynnsl CC u
rpynnbsl HC. J1st 3Toro Mbl pa3feivid Kaxaylo U3
Kimanok Ha nBe yactu (puc. 1). IMomoBuHa Kaxmoit
KJIaAKW pa3BUBaIach 0€3 KaKMX-JI10O0 TOIIOJIHUTEIIb-
HbIX Bo3neiicTBuil (HTP-CC-xonTpons u HTP-HC-
KOHTPOJIb). ¥ SMOPUOHOB U JIMUMHOK 3TUX IPYIIIT HE
OBUIO BBISIBJICHO HU OJHOTO Cy4yasl aHOMaJIMiA pa3BU-
trst. HartoMHMM, 4TO B KaXIy10 U3 3TUX TPYMIT BXOAWIO
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(a)
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90 42 (15%) 63 (21%) 51 (18%)
80
70
60
50
40
30
20
10
0

87 (37%) 83 (29%)
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% I'pyrna HTP-CC , I'pyrma HTP-HC
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Kontpons  OmbiT KonTtpons  OmbiT

- HopmanbsHoe pa3BuTHe I:I AHOMaJTUU Pa3BUTHST

Puc. 2. Pe3ynbrarhl 5KCIIEpUMEHTOB 10 BO3ACHCTBUIO HA SMOPUOHBI L. stagnalis GMOXMMUYECKOTO MPeAIeCTBEHHUKA CEPOTO-
HuHa (5-HTP). I'pynna HTP-CC — moToMcTBO yJIUTOK, COepKaBIIMXCs B cTaduibHOM cpene, rpynna HTP-HC — noromcTBO
YJIMTOK, COIEPKaBIITUXCSI B HecTaOwIbHOM cpene. Ha nuarpammax (a) u (6) B KaXKIOM CTOIOMKE TTOKAa3aHO YKUCJIO U IMTPOIEHT-
Hasl 10J1s1 9MOPUOHOB 1aHHOTO (heHOTUIIA B TaHHOI MOoBTOpHOCTU. Ha (B) MpuBeaeHbI 1aHHbIE 110 BCEM ITOBTOPHOCTSIM KCIIe-
PUMEHTAa; BHYTPHU KaXXIOTO CTOJIOMKA MTOKa3aHbl YMCJIO 1 CpeaHee 3HaYeHUE 10JIM DMOPHMOHOB JaHHOTO (peHOTUIIa; COOKY OT
CTOJIOUKOB — MUHUMAJIbHOE U MAKCUMAJIbHOE 3HaUYE€HUE JOJIM SMOPUOHOB C aHOMATUSIMU PA3BUTHUSI.
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6osee 1000 smopuonoB (1480 HTP-CC-koHTpoab u
1469 HTP-HC-koHTpoab). Takum oGpasoMm, camo
o cebe odbuTaHue MaTepu B HECTAOMJIbHBIX YCIOBU--
SIX HE TIPUBOIUT K MOSBICHUIO Y IIOTOMKOB aHOMa-
JIUI pa3BUTHS.

M3BecTHO, UTO ypOBEHb CEPOTOHMHA B OpraHU3Me
MaTepu 3aBUCUT KakK OT ee (PU3UOJIOTUYECKOIO CO-
CTOSIHUSI, TAK M OT CE€30HA rofa: OH MOBLIIIAETCS B
CTPECCOBBIX YCIOBMSIX U B JieTHUI niepuon (Josse et al.,
1968; Steen et al., 1973; Ivashkin et al., 2015). C npyroit
CTOPOHBI, UMEHHO CEpOTOHUH SIBJISIETCSI HAanboJiee Be-
POSITHBIM CUTHAJIbHBIM (PAKTOPOM, OIOCPEAYIOIINM
MaTepuHcKkue apdexTol y L. stagnalis. C yueTom 3TO-
ro, MBI pellIWI IPOBEPUTH, KaK OyIyT pearupoBaTh
Ha MOBBIIIEHNE YPOBHSI BHYTPUKIIETOYHOIO CEPOTO-
HUHA BMOPUOHBI, SIBJISIOLIMECS TIOTOMKAMU YJIMTOK
n3 rpymin CC u HC. Mbl monBepryiv HOJIOBUHY KaxKIOM
U3 KJIAJIOK, MOJyYEHHBIX OT MOJUTIOCKOB 00EHX TpYIII,
WHKYOAllMu B OMOXMMUYECKOM IIpEallIeCTBEHHUKE
ceporonuHa, 5-HTP (rpymmer HTP-CC-onbir u HTP-
HC-omnpiT, cM. puc. 1). DKcriepyMeHTaIbHO BbI3BaH-
HOE TIOBBILLIEHUE YPOBHSI BHYTPUKJIETOYHOTO CEPOTO-
HUHA TIPUBOIWIIO K TIOSIBIEHUIO aHOMAJIUI Pa3BUTHSI
kak B rpyrme HTP-CC-omnblT, Tak 1 B rpyrme HTP-
HC-ompiT (puc. 2). B o6enx rpynmnax HaOJIIOIaINCh
SMOpPUOHBI C HAPYLIEHUSIMU TacCTPYJISILIUU, B 4acCT-
HOCTH, TakK Ha3bIBaeMble ‘“3K3oractpyabl”. Ilpm
MPOXOXAEHUU OPTaHOTEHE30B TMOSIBISIIUCH d9MOpU-
OHBI C HAPYILIEHUSIMU OCMOPETYISLIUMN, TIPOSIBIISIB-
IMUMUCSI KaK “OBOOHEeHUE” Teja. DTU HapylIeHUS
pa3BUTUS JIeTaJIbHbI: TAKWE SMOPUOHBI MOTMOAIU 10
BCTYIJIEHUSI B MeTaMopdo03. Y MpOoIIeaimx MeTa-
Mop@d o3 ocobeii BecTpedaanch MalbGOpMallny IJ1a3 U
PaKOBUHBI — HapyIIEHUsI pa3BUTUSI, HE KPUTUUHBIC
IJisl BbDKMBaHUS. Bce HabmomaBIecss HapylIeHUsT
pa3BUTHS U MaJib(OpMaILIMM OBLIM HAMM TTOIPOOHO
omnucaHbl paHee (Bogomolov, Voronezhskaya, 2022).
M1 y4uTBIBaIU J1000€ U3 3aMeUYeHHBIX OTKJIOHEHUI
KaK aHOMAaJIUIO Pa3BUTHSI.

IMoncueT BBISIBIEHHBIX aHOMAJWiI TOKAa3al, 4To
MPOLIEHTHAS J0JIsI aHOMAJIU pa3jindyaeTcs B IpyIIiax
HTP-CC-onbir u HTP-HC-omnmit. Tak, B rpynme
HTP-CC-onbIT oHa BapbupoBai ot 15 mo 37%, a B
cpenHeM coctasisiia 23% (puc. 2a, 28). B To ke Bpe-

ms, B rpymmie HTP-HC-ombIT MUHUMAaNBHBINA TPO-
LIEHT aHOMAaJIMii ObIT paBeH 57%, MaKCUMaJIbHBIA —
78%, a B cpenHeM OH cocTaBist 66% (puc. 26, 2B).
YacToTy BCTpeuaeMOCTHU aHOMAJIUiA pa3BUTHS B TPYII-
nmax HTP-CC-onbiT 1 HTP-HC-onbIT cpaBHWIM € T10-
MOIIIbIO TOUHOTO Kputepus Puiiiepa, a ypoBHU 3HAUYM -
MOCTH Pa3iuumii CKOPPEKTUPOBAIN C MOMOIIIbIO Me-
tonoB FDR u bondeponu (tadiu. 1). Okazanock, 4To
TPYIIIbI JOCTOBEPHO OTJIMYAIOTCS APYT OT Apyra Kak Mpu
MOTMAapHOM CPaBHEHUU OTIEIbHBIX MOBTOPHOCTEH
aKcrnepuMeHTa (Tabt. 1), Tak v Ipy CpaBHEHUM IPYIII B
nesioM. Takum obpazoM, sMOproHE! rpyiinsl HTP-HC,
TO €CTh MOTOMKM YJIUTOK, OOMTABIINX B HECTAOMIIb-
HOI cpene, o0Jianaau MeHee yCTOMYMBBIM Pa3BUTUEM
U Yallle pearupoBajiy Ha 9KCIIepUMEHTaIbHOE MOBbI-
IIEHUE BHYTPUKIIETOUHOIO CEPOTOHMHA (HOPMUPO-
BaHUEM AaHOMAJIMI pa3BUTUS.

BoisiBieHHasi B HalllUX 9KCIIEPMMEHTaX pa3Hulla
MEXIy TOTOMKaMHU YJIUTOK W3 CTaOWJIbHOM M HecTa-
OWJILHOI cpel OOMTaHMSI CXOMHA C Pa3HULICH, BbISIBICH-
HOI paHee ST TIOTOMKOB JIETHUX Y OCEHHUX OCOOEHA.
Tak, B aHaJJOTMYHBIX 3KCHEPUMEHTaX MO0 MHKyOaIluu
5M0OpuoHOB B 5-HTP, npoueHTHas nonist aHoManuit
pa3BUTHS BJIETHUI Iepro/ ObLIa BbIIIE, YeM B OCEHHUA
(Ivashkin et al., 2015). D10 naeT ocHoBaHUS MPEANO-
Jlarath, YTO OOMTaHKE B HECTaOWJILHOI cpeie IPUBO-
JIUT K TTOBBILIIEHUIO YPOBHSI CEPOTOHUHA B OPraHU3Me
MaTepu (MO aHAJOTMM C CE30HHBIM ITOBBIIIEHUEM
YPOBHSI CEPOTOHMHA B JIETHUI MIEPUOT).

Kak cepoToHUH, colepxaluiics B OpraHu3Me
MaTepu, monagaeT B KJieTKu asMopuoHa? I1o Bceii Bu-
IUMOCTHU, Y OOJBILIOIO IMPyA0OBUKA CEPOTOHUH MOXET
TIOIAIaTh B SIMLIEKJIETKY, a 3aTeM B OIJIOAOTBOPEHHYIO
3UTOTY, TOJIBKO BO BpEMSI OOT€HEe3a 1 IIPOXOXKICHUS 31~
TOTHI TIO TTOJIOBBIM ITyTSIM MaTepy. B mpenpiaymmx mnc-
cJieqOBaHUSIX ObLIa OINMcaHa CepPOTOHUHEpruyeckKas
CETh B U3BUTOM YaCTU 3KEHCKOI ITOJI0OBOM CUCTEMEI (B
matke) (Ivashkin et al., 2015). OgHako siflieKJIeTKa 10
ToragaHus B U3BUTYIO YacTh SIilieBOA 3HAYUTEIb-
HYIO 9aCTh BPEMEHU 10 CO3PEBaHMs HAXOOUTCS, COO-
CTBEHHO, B TepMapOIUTHOM Xejie3e (OBOTECTHCE).

MBI peluiiv NpoBEPUTh, TTOJIy4aeT JIU CEPOTOHM-
HEPIrU4ecKylo MHHEPBAIMIO repmMadpoarTHas Xeje3a
(puc. 3a), B KOTOpOI1 CO3peBalOT KaK SIHIEKICTKHU,

Puc. 3. PacnipeneneHue cepoTOHMH-UMMYHOTIO3UTUBHBIX 2JIEMEHTOB B TKaHU repMadpoAUTHOM eJie3bl (oBoTecTrca) L. stag-
nalis. TlonoxurenbHas peaklysl ¢ aHTUTeIaMU K cepoToHUHy (5-HT — 3enensbrit) m mapkupoBanue siaep DAPI (cuHwmin).
(a) CxeMa cTpoeHus repMadpOINTHOI Keae3bl, MyXKCKO M XXEHCKOW JacTeil moyioBoii cuctemMbl. B oBoTecTuce (roryooit
LIBET, CILUIOIIHOM KOHTYP) IPOUCXOAUT (OPMUPOBAHUE KaK SIMIIEKJIETOK, TaK U CIiepMaTo3010B. B “MaTKy” momamaet yxe
OIJIONOTBOPEHHas stiiliekieTKa. (6) CepoTOHUH-CoIepXKalllke BOJIOKHA (CTPEIKM ) TPOXOST B COCTaBe HEPBA U3 LIEHTPAJIbHOM
HEPBHOI CUCTEMbI U BETBSITCS Ha MTOBEPXHOCTHU KeJe3bl (CTpenku). (B) TOHKKME OTPOCTKU CEPOTOHUH-TTO3UTUBHBIX BOJIOKOH
C BapMKO3HBIMU PACIIMPEHUSIMU (CTPeSIKM) Ha MOBEPXHOCTU IoJieit repMadoauTHOM keje3bl. (r) CepOTOHUH-MO3UTUBHbBIE
BOJIOKHA B COCTaBe HepBa, UIYIIKME BIOJb MPOTOKA repMadpoanuTHOIM Xele3bl (CTPEIKK), BUTHO BETBICHHE OTPOCTKOB C Ba-
PUKO3HBIMU PACIIUPEHUSIMU B TKaHU XKeJe3bl (cTpenku). (1) CepoTOHUH-TIO3UTUBHAS peaklivsl Hanbosee BbIpaxeHa B 00Jia-
CTU oA MeMOpaHoii siiilekyieToK. B obsactu oopMupoBaHUsI CIepMaTO30UaA0B (TOJJOBKU CTPEIOK) CEPOTOHUH-TIOJOXKUTENb-
HOI peakiinu He oOHapykuBaeTcs. (1') O6acTb GopMUPOBaHUS CIIEPMATO30UIOB C XapaKTePHBIM MATTEPHOM PACTIONOXEHUS
snep. (€) CepoTOHUH-TIO3UTUBHAS peaklUsl B IUTOIIa3Me SINIEKJIETOK Pa3HO CTeTIeHU co3peBaHus (SIMLEKJIeTK 0003Haue-
HbI 3Be3104KaMu). (k) CepOTOHUH-TTO3UTUBHAs peaKIiius 101 MeEMOpaHOU SIMIIEKJIETOK Ha Pa3HOM CTaauM CO3pEeBaHMSI (STiilie-
KJIETKH — 3BE3[I0YKH), OTCYTCTBUE IMOJOXUTEIbHON peakilni B 001acTsIX GOPMUPOBAHUS CIIEPMATO30UI0B (TOJIOBKHU CTpe-
JI0K). Pazmep MaciTaOHbIX JIMHEEK B MUKPOMETpaxX yKa3aH Ha KaXIIOM PUCYHKe.
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TaK U CIIEpPMAaTO30abl. MBI OOHAPYXKUJIN Pa3BETBIICH-
HYIO CETh CEpPOTOHMHEPTrUUYECKUX OTPOCTKOB BHOJb
Bceii kelie3bl. CepOTOHMH-MMMYHOPEaKTUBHEIE BO-
JIOKHA MPOXOASAT B COCTaBe HEpBa, UIYIIErO BIOJb
repmadpoautHoro mportoka (puc. 36, 3r). ToHkue
OTPOCTKU C BAPUKO3HBIMU PACIIMPEHUSIMU aKTUBHO
BETBSITCSI B TKAHU 3KeJIe3bl U OXBaThIBAIOT KAXIYIO €€
noJibKy (puc. 3B). BHYTpH KeJjie3bl YETKO BBIACISIOT-
csI 00JIACTH C MOBBIIIEHHBIM COJIEPXKAaHUEM CEPOTO-
HUHA BHYTPHU KJIETOK. BobIIION pa3Mep KIIETOK U UX
pAaCIONIOXEeHUE TIO3BOJISIIOT UISHTU(DULIMPOBATh MX
Kak siinexneTku. [1ocKoIbKy UMMYHOITOJIOXKUTEIbHAS
peakius HabJogaeTcs B KJIETKaxX pa3HOTO pa3Mmepa,
MOXHO TIPEIANOJIOXUTh, UTO OHU SIBJISIOTCS siille-
KJIeTKaMU Ha pa3HBIX CTaAUsIX CO3peBaHMs (3BE3104U-
K1 Ha puc. 31, 3e). CienyeT OTMETUTh, YTO UMMYHO-
MMOJIOXKUTEIbHAS peaKiysl HabJIrogaeTcsl B IUTOILIA3-
Me KJIETOK M HamboJjiee BhIpaXkeHa B 00JIACTU 1O
MeMOpaHoii. B To e BpeMsl, LieHTpaJIbHAsI 4YaCTh LIUTO-
IUIa3Mbl BOKPYT siipa HE SIBJISIETCSI CEPOTOHMH-TIO3U-
TUBHOM (puc. 31, 3e, 3xx). B obnactn ¢hopmMupoBaHUs
CIIepMAaTO30MI0B, BBIAEIISIEMOI MO XapaKTepHOMY IaT-
TepHY pPaCHOJIOXEHUS sIep, CEPOTOHMH-IOJIOXHU-
TeJIbHOII peakuu He oOHapyxuBaeTcst (puc. 31,
3n', 3x). Takoe pacrpenejieHne CEpOTOHUH-NMMY-
HOTIOJIOKUTENILHON peakluyi B TKaHsSIX repmMadpo-
JIUTHOI XKeJie3bl OPIOXOHOIOr0 MOJUIIOCKA OOHapy-
KeHOo BhepBble. TakuMm oOpaszoM, giflleKIeTKa Ha
BCEX CTaaUsIX OOTEeHEe3a, a 3aTeM U 3UToTa BO BpeMms
IIPOXOXIEHUS 110 MOJOBLIM ITYTSIM, MOTYT IOJIy4aTh
CEpOTOHMH 13 MaTePUHCKOIO opraHusma (puc. 3).

3AKJIIOYEHHME

PesynbTaTthl 5KCIIEPUMEHTOB, MPOBENCHHBIX Ha
JIabopaTOpHOIi MOMYJISILIUK OPIOXOHOTOr0 MOJIJTIOCKA
Lymnaea stagnalis, moaTBepXIaloT, 4YTO OOWTaHUE
MaTepUHCKMX 0CO0eii B HECTaOMIbHBIX (CTPECCOBBIX)
YCJOBUSIX MOXET MPUBOINUTD K CHUXKEHUIO YCTOMUHUBO-
CTH Pa3BUTHUS WX MOTOMKOB. B Hallmx skcreprMmeHTax
3TO MPOSIBJISTIOCH KaK 060J1ee BLICOKU A MPOLIEHT aHOMa-
JINii pa3BUTHUS, MOSIBJISIIOLLIMXCS] B OTBET HA MHKYOAITHIO
sMOpuroHOB B 5-HTP, y moToMKOB MaTepeit, conepxaB-
IIMXCST B HecTaOMIbHOM cpefie. CormocTaBiIeHUEe HAIITMX
JaHHBIX C JAaHHBIMU MPEAbIIYIINX HCCIeI0oBaHUI
(Ivashkin et al., 2015) mo3BoOAsIET IIPEATIOIOXUTD, YTO
B HECTAOMJILHBIX (CTPECCOBBIX) YCIIOBUSIX B OpTraHU3-
Me MaTepu IMOBBIIIAETCS YPOBEHb CEPOTOHUHA, BbI-
MOJIHSIIOIIETO POJIb CUTHAJIBHOTO (haKTOpa, KOTOPbIit
omnocpenyeT MaTtepuHckuii addext y L. stagnalis.
YyacTtue cepoToHUHA B Tiepeaade MHGOpMaluu OT Ma-
TepY K MOTOMKY MOATBEPXKIAeT OOHApyXeHHasi HaMu
pa3BeTBJIEHHAs! CEPOTOHUHEPTUYECKasi MHHEPBALIUS
repMadpoaUTHOM KeJie3bl (OBOTECTUCA) U MPUCYT-
CTBHE CEPOTOHUHA B sIlIEKJIETKAX pa3HbIX CTaauit
CO3peBaHUsl. DTU JaHHbIE TO3BOJISIIOT TOBOPUTH O
HEIMOCPEeACTBEHHOM BJIMSIHUM YPOBHSI CEPOTOHUHA B
MaTEPUHCKOM OpraHu3Me Ha Oyayliuii 3MOpUOH.
Takasi cepoTOHUH-ONOCPeIOBaHHAsI KOMMYHUKaIUS

MEXIy MaTepUHCKMM OPTraHM3MOM W OPTaHW3MOM
MOTOMKA MOXET HOCUTb aJaliTUBHBIN XapakTep: oHa
“mporpaMMupyeT” MOTOMKa JIJIsl peairu3alun OITU-
MaJIBHOW B JHAHHBIX YCIOBUSX CTPaTETWH Pa3BUTHUS
(Ivashkin et al., 2015). OgHako Tpu TpPEBBILLIEHUN
OIpeAEeIEHHOTO YPOBHSI CEPOTOHUHA B TKAHSIX TTOJIO-
BO# CUCTEMBI MaTepH, aKKyMYJISIIIASI CEPOTOHMHA B
(G OPMUPYIOIINXCS OOLIUTAX MOXET IMMPUBOIUTH K BO3-
HUKHOBEHUIO aHOMaJIMii pa3BuTUS. TakuM oO6pa3om,
B OTNpeneICHHBIX YCIOBUSAX (HaAIlpuMep, B HecTa-
OWJILHOI cpefie) TTOBBILICHUE YPOBHSI CEPOTOHMHA B
OpraHM3Me MaTepu MOXET TIPUBOIUTH K CHIDKCHUIO
YCTOMYMBOCTU Pa3BUTHS, TO €CTh CTAHOBUTCS He-
aJanTUBHBIM.
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Instability of the Mother’s Environment Leads to Reduced Developmental Robustness
in Lymnaea stagnalis (Mollusca: Gastropoda)

A. 1. Bogomolov' 2, Y. A. Kraus' 2, and E. E. Voronezhskaya? *
! Faculty of Biology, Lomonosov Moscow State University, ul. Leninskie Gory 1/12, Moscow, 119234 Russia
2Koltzov Institute of Developmental Biology of the Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119334 Russia
*e-mail: elena.voronezhskaya@idbras.ru

Adaptive maternal effects that increase the adaptability of offspring are often caused by stressful conditions
that persist in the environment for an extended period of time. The question arises, what is the threshold at
which maternal effects cease to be adaptive for offspring and lead to developmental disorders? One of the
stressors is considered to be unpredictable changes in environmental conditions. We aimed to test whether a
mother’s inhabitation of unstable environment could lead to a decrease of developmental robustness in the
embryos of the gastropod mollusk Lymnaea stagnalis. The laboratory population of snails was split into two
groups. For the first group, conditions were maintained as stable as possible, with constant water exchange
and excessive feeding. The second group was kept under unstable (stressful) conditions, with episodic feeding
and water exchange. It turned out that unstable conditions alone did not affect the frequency of developmen-
tal anomalies in the offspring. Since serotonin is presumably plays the role of the signaling molecule mediat-
ing the maternal effect in L. stagnalis, we subjected embryos of both groups to the biochemical precursor of
serotonin (5-HTP). After incubation in 5-HTP, the proportion of embryos with developmental anomalies
was significantly higher among the offspring of mothers living in unstable conditions. We confirmed the im-
portant role of serotonin as a factor mediating communication between the organisms of mother and off-
spring by revealing serotoninergic innervation of the hermaphroditic gland (ovotestis) and accumulation of
serotonin in the cytoplasm of forming oocytes. Our experiments suggest that under the stressful environmen-
tal conditions, serotonin accumulation by the oocyte/zygote may increase to a maladaptive level and lead to
a decrease in the robustness of embryonic development.

Keywords: maternal effects, developmental robustness, developmental anomalies, serotonin, Gastropoda,

Lymnaea stagnalis
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I'eH foxn4 — onvH 13 KITIOYEBBIX TPAHCKPUTIIIMOHHBIX (DAKTOPOB, YIPABJISIONINX GOPMUPOBAHUEM CETUYAT-
KU TJIa3a y TTO3BOHOYHBIX. OIHAKO He SICHO, SIBJISIETCS JIU €ro accoluanus ¢ hoOpMUPOBaHUEM CBETOUYB-
CTBUTEJIbHBIX OPTaHOB 3BOJIIOIIMOHHO KOHCEPBATUBHOM. JIJIs1 TOTO, YTOOBI OTBETUTH HAa 3TOT BOMPOC, MbI
MPOBEPUJIN, ACCOLIMUPOBAHA JIM 3KCIPECCHUsI 3TOTO 'eHa CO CBETOYYBCTBUTEILHBIMU OPraHaMU y TIpEaCTa-
BuUTeNs 6azanbHbIX Metazoa, runpouna Sarsia lovenii (Hydrozoa, Cnidaria). OOGBIYHO XXU3HEHHBIN LIUKJT
TMAPOUIIOB BKJIIOYAET CTAAMM MeJarnyeckoit Memy3bl 1 6eHTocHOTO nojumna. OqHaKo y MHOTUX BUIOB BMe-
CTO CBOOOMHBIX Meny3 (hOPMUPYIOTCS TMTPUKPETLUIEHHBIE MeTy301Ibl, Y KOTOPBIX MHOTHE CTPYKTYPBI PeIy-
poBaHbl. McKITIOUnTeIbHOCTD S. lovenii COCTOUT B TOM, UTO Y Hee KaK MeIy3bl, TaK U MeIy30MIbl (hop-
MUPYIOTCS BHYTPY OMHOTO BHIIA, TTOJIUTIAMU, OTHOCSIIIIUMMUCS K pa3HBIM raljIOTUIIaM, MMEHHO 3Ta OCOOEH-
HOCTb S. lovenii nenaer ee NMepCrieKTUBHBIM MOJEIbHBIM OOBEKTOM IJIsSI CPABHUTEIBHBIX UCCAEIOBAHMIA
perysiuuu hopMUpoBaHUSI MOPGOTOTUUECKUX MTPU3HAKOB y KHUAAPUA. Mbl CpaBHUJIU NMPOCTPAHCTBEH -
HYIO 3KCIPECCUIO reHa foxn4 B Meay3ax u Meayzounax S. lovenii MerogoM rubpuansanuu in situ. Y mMenys
S. lovenii IMeIOTCSI CBETOUYBCTBUTEIbHEIE IJ1a3KM, OMHAKO SKCcIpeccus foxn4 Obl1a oOHapyXeHa He B ca-
MOM TJIa3Ke, a BOKPYT HEero, B aNuaepMe OYIbOBI Iynaiblia. Y MeIy30MIOB IIa3KW OTCYTCTBYIOT, HO 9KC-
Tpeccus reHa foxn4 O6bl1a BBISIBJICHA, M OKa3ajach MpUypoYeHa K peAylMpOBaHHBIM OYyJIb0aM IIMyTajelr.
N3BecTHO, uTO Oybba IIynaablia y TMIPOUIHBIX MEIy3 SIBJISIETCS 30HOM JIOKAJIM30BaHHOTO (DOPMUpPOBa-
HUA CTPEKATCIIbHbIX KJIETOK, CYUTAIOIIUXCS ITPOU3BOIHBIMU MEXaHOCCHCOPHBIX KJIIETOK. Hamn pe3yibTra-
THI TTO3BOJISIIOT IPEANOI0XMUTD, UTO Y S. lovenii aKkcripeccust TeHa foxn4 HeobxoauMma 1jisi (hOpMUPOBaAHUS
HEeHPOCEHCOPHBIX KJIETOK, KaK M Y TIO3BOHOYHBIX KMBOTHBIX. OHAKO, MBI TIpeAronaraeM, uro y S. lovenii
SKCMPECCHS 3TOTO T'eHa aCCOLIMMPOBaHa He ¢ (hOTOPELIeNTOPHBIMU, 3 MEXaHOCEHCOPHBIMHM CTPEKaTeIbHbI-
MU KJIETKaMU.

Karouessie crosa: Ctpexkamwluue, Sarsia lovenii, XXN3HEHHBII [TUKJI, HEMPOCEHCOPHBIE KIIETKU, foxn4

DOI: 10.31857/S0475145023050075, EDN: KBMPNK

BBEAJEHUWE

OIHUMH U3 KJIIOYEBBIX I'€HOB, OTBEYAIOIIMX 3a
¢opMupoBaHUe m1a3 y MO3BOHOUYHBIX, TOMUMO Te-
HOB cemeiicTBa Pax (B wactHOoCTH, pax6) (Kozmik,
2005), aBnsarorca rensl cemeiictBa Fox (Liu et al.,
2020). PaHee ObLJIO MOKA3aHO, YTO I'eHBI CEMEMCTBa
Pax KoHcepBaTUBHO aCCOLIMMPOBAHKI C PETysIUei
¢opMupoBaHUs INIa3 U CBETOUYBCTBUTEIbHBIX Opra-
HOB y pa3HbIX TUIIOB XUBOTHBIX (Wawersik, Maas,
2000; Kozmik et al., 2003), B ToM 4ucJie y nmpeacra-
BUTeJIel Oa3aibHbIX Metazoa, KHUgapuii U3 Kjaacca
Hydrozoa (Suga et al., 2010). OgHako 10 cCUX IIOp He
M3BECTHO, CYIIIECTBYET JIM ITOJ00HAasI CBI3b (pOTOpE-
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LENTOPHBIX CTPYKTYP C SKCIPECCUEN TEHOB ceMeli-
ctBa Fox.

ITepcrieKTUBHOI MOIENbIO IIsI MCCICIOBAHUIA
peryasaiuuu  (GopMHUpoOBaHUSI MOPEPOJIOTMYECKUX
MMPU3HAKOB Y KHUJAPUN SIBISIETCS IIPEACTABUTENh
kiacca Hydrozoa, 6etoMopcKuit rmaApONIHBINA IO~
nun Sarsia lovenii. YHUKaNIbHOCTSB S. lovenii cocTo-
AT B TOM, 4YTO y 3TOTO BUJa 0COOU, MpUHAIIEKA-
II1e K pa3HBIM TralIOTUIIAM, OTJINYAIOTCSI 0COOEH-
HocTsMU Xu3HeHHoro 1ukiaa (Prudkovsky et al.,
2019). CnoxXHBI XKU3HEHHBIN LUK TUAPOUIHBIX
BKJIIOYAET 4YepedoBaHMUE II0JIOBOro U OECIOJIOro
nmokoJjieHni. Kak nmpasuio, 0ecrojoe MOKOJeHUE
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Puc. 1. BapuaHThbI I10JIOBOTO NOKOJIEHU Y S. lovenii. (a) Meny3zouna. 3eJieHble CTPEJIKK YKa3bIBAlOT Ha PeAyLIMPOBaHHBIE OYJb-
OBl TIymasienn, 6ejass — Ha KOHYMK MaHyOpuyMa. pK — paauaibHbIN KaHall, KK — KOJIbIIeBOI KaHai. (0) Mononas meny3a. 3e-
JICHBIE CTPEJIKM YKa3bIBAIOT Ha OYy/ILOBI IyHajiell, CHHUEe — Ha a3ku. [ITyHKTUpoM BbleieHa 00J1acThb, TTOKa3aHHas Ha (B).

(B) Bynbba 1ynanbua Memysbl, 11 — LIynajblie.

MpeacTaBleHO OEHTOCHBIM TTOJUIIOM, OT KOTOPOTO
OTIIOYKOBBIBAETCS MeJarundeckass Meay3a, pa3MHO-
JKaro1asicsl MOJIOBBIM ITyTeM. B xome rmoioBoro pas-
MHOXEHUS (hopMUpyeTCcsl TUUMHKA (TIJIaHyJa), KO-
TOopast ocemaeT U B xole mMertamopdosa obpasyeT
noaurl. OgHAaKO Y MHOTUX BUIOB TMAPOUIOB MEIy-
30UJHOE MOKOJIEHWE peayllupoBaHO, U Meny3a He
oTpwIBaeTcs oT moaumna. B ciygae S. lovenii, monu-
MBI OJTHOIO TaIlJIOTHIA 00pa3yloT CBOOOMTHO TIaBa-
IolllMe Meay3bl, TOTAa KakK TMOJUIbl Apyroro ¢op-
MUPYIOT NPUKPEMJeHHbIE Meny30uabl. Meny3oun-
Ibl, B YaCTHOCTU MeAy30UIbl BUIOB pona Sarsia,
GOpPMUPYIOT MOJTOBBIE MPOAYKTHI, HE OTPBIBASICh OT
MaTepUHCKON KOJIOHMM. MHOTrue CTPYKTYphI, Xa-
pakTepHBIE I CBOOOMHOILIaBaIOIIel Meay3hl, Ta-
KHe Kak IIyrnajblla, pOTOBOE OTBEPCTUE U CBETO-
YYBCTBUTEJbHBIC IJIa3KM Y HHUX OTCYTCTBYIOT, a
OynbOBbI 1Iymaieln peayuupoBaHbl (puc. la) (Ed-
wards, 1978; Prudkovsky et al., 2019). UMeHHO 3Ta
ocoObeHHOCTh S. lovenii nenaetr ee ymayHBIM MO-
JIeIbHBIM 00OBEKTOM /ISl CPAaBHUTEIIbHBIX UCCIIEIO -
BaHUil — hopMUpOBaHUE “HOPMaIbHBIX” U peny-
LIMPOBAHHBIX CTPYKTYP MOXHO OXapaKTepu30BaTh
U COITOCTABUTH B IIpeAesiax OMHOTO BUIA.

YTOObI MPOSICHUTD, MPUHUMAIOT JIM T€HBI ceMeii-
ctBa Fox yuactue B peryasiuuu ¢hopMUpOBaHUS IJ1a-
3a y TMAPOUIHBIX MeIy3, Mbl HUCCIEAOBAIN IIPO-
CTPaAHCTBEHHbIN MAaTTepPH IKCMPECCUM TeHa foxnd y
Meay3 U Meay30Ua0B S. lovenii MeTogoM ruopuan3a-
WU in Situ. Y TO3BOHOYHBIX JKMBOTHBIX 3TOT I'€H pe-
ryaupyeT nud@epeHINPOBKY aMaKpPUHOBEIX U TO-
PU3OHTAJIIBHBIX KJIETOK ceTyaTKu (Liu et al., 2020). B
TOM ciy4dae, eciad (QYHKIMM OPOAyKTa 3TOrO IeHa
9BOJIIOIIMOHHO KOHCEPBAaTUBHbLI, Y Meny3 S. lovenii
(puc. 16) sxcnpeccus 3TOro reHa oJXKHa ObITh ac-
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COLIMMPOBAHA CO CBETOYYBCTBUTEILHLIMU TIJIa3Ka-
MU, pPacIIOJIOXeHHBIMM B OyiapOax Imymajell
(puc. 1B). I1lpu 3TOM Y Meay30MabI, TUILIEHHBI I71a3-
KOB B peIyLIMPOBAHHBIX OyIb0ax Iymaell, JOIKHbI
MMETb COBEPIIEHHO MHYIO (10 CpaBHEHUIO C MEIy-
3aMM) 00J1aCTh IKcIpeccun Foxn4, niim He UMETh €€
BoBce. OIIHAKO 3KCIIpeccusI TeHa foxn4 Oblaa BbIsSIB-
JiIeHa HaMu B Oyibbax Iryraniel Kak y Meay3, Tak Uy
Meny3onnoB. Ilpmuem y Menys3 akcrnpeccust Foxn4
OKa3ajlach acCOLIMMPOBaHAa He C MIa3KOM, a C OKPY-
Kalollel I1a3oK anNuaepMoii. DTU TaHHBIE MO3BO-
JINJIN HaM MPEAJIOKUTh OPUTUHAIBHYIO TUTIOTE3Y O
(GYHKIIMOHAIBHOI poiu reHa foxn4 y KHUIapuii us
kinacca Hydrozoa.

MATEPHAJIBI U METO/bI
Cbop mamepuana

CoOop marepuasa st UCCIASAOBaHWM ObLUI BBIIIOJ -
HeH Ha beiromopcKoii OMOJIOTMYecKoi CTAaHIIMU WM.
H.A. ITepuosa (66°34’ N, 33°08" E) B 2021 r. Meny3bl
GBI COOpaHBI U3 TOJIIW BOABI C TOMOIIBIO TTAHK-
TOHHOI1 ceTu B amnpene-utoHe. Kojsonuu S. lovenii ¢
MPUKPETUICHHBIMI MeIy30MIaMU ObLTM COOpaHbI B
Mae—HIOHEe BO BpeMsI OTJIMBa Ha BEpXHe cyonuTopa-
. Meny3 u Meny3ounoB (poTorpagpupoBalin ¢ Mo-
Molblo oumHOoKysIpa Olympus SZ51, ocHallleHHOTO
kamepoit Canon D550.

Cunme3 301006 015 eubpuduzayuu in situ

CuHTE3 30HAO0B IS MPOBEACHUSI TUOPUAN3ALIUU
in situ TPOBOIMJIN B HECKOJILKO 3TanoB. CHavaia, Mbl
cuHTe3npoBau 6muomoreky kK/JIHK merogom obpar-
HOI TpaHCKPUIILIMU C ITOMOILbI0 Habopa Mint (EBpo-
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reH, Poccus). s cunresa 6udmoreku kJIHK Obuta
KCIIOJIb30BaHA CMECh paHee BblIEJIEHHON TOTAIbHOM
PHK wu3 Tkaneit Meny3 u memy3ounon. s moyde-
HU4 hparMeHTa UcceayeMoro reHa Obljia mpoBeaeHa
I[P na xkIHK co crieuudpuyHbIMU TIpaiiMepamMu:
SIFoxN4 dir; ATGTACAGTCCATACCCAAATAATA-
ACG, SIFoxN4 rev; GCCATGCTKGCTTTTATTGC.
IMpaiiMepbl OBLTM CUHTE3UPOBAHHBI KOMMTaHueil EB-
poreH, Poccusi. AMIunduimpoBaHHble (pparMeHThbI
obputn kioHupoBaHbl B pAL2-T BekTop (EBporen,
Poccust). MedeHHBIT TMTOKCUTEHUHOM aHTUCMBIC-
JoBoit PHK-30H1 TpaHCKpuOMpoBaiu ¢ hparMeHTOB
HCCIIeAYyeMOro reHa, aMminduiMpoBaHHOIO C Ti1a3-
MUJbI CO BCTaBKO.

Tubpuouszayus in situ

st uccnenoBaHusl 3KCIPECCUM T€HOB METOJIOM
rUOpUAM3aluu in situ Meny3bl U MeIy30Uabl ObLIU
3adukcupoBansl B 4% mnapadopMaibieruae Ha
MODPCKOI1 Boze, MocJje yero (huKcatop 3aMeHsIJIu Ha
100% wmetanon u xpanwmm npu —20°C. Bceero misa
TUOpUAM3alMY in Situ 3apUKCUPOBATIN U UCITOIb30-
Bann 3 Meny3sl u 15—20 mexy3ounosB S. lovenii. I'n-
OpUAM3alLMIO in Situ TIPOBOAWJIM COTJIACHO paHee
onyoiaukoBaHHOMY  Tipotokoily  (Genikhovich,
Technau, 2009) ¢ HeKoTOpHIMU U3MeHeHUIMU. O0-
pasubl peruapatupoBain B PTw (1x PBS ¢ 0.1%
Tween 20) u o6pabaTeiBanu nporenHasoit K B PTw
(80 HI/MKJI) IS JIyYIIIEro IIPOHUKHOBEHMS 30HIA U
aHTUTeN B TKaHU B TeueHue 90 c. JlanbHelimue ata-
bl peArnopuan3allMOHHON 00pabOTKM HE OTJIU-
YaJauch OT IIPOTOKOoJja, u3jioxeHHoro B (Genik-
hovich, Technau, 2009). I[lepen rubpuauzaiueii 00-
pasubel 30 MuH mnporpeBaau Iipu +80°C s
MHAKTUBAIIMM SHIOTCHHOM IIeJIO9HOI pocdaTasHl,
yTOOBI M30eXaTh JIOXKHOIIOJOXUTEIbHOTO PE3Yb-
taTta. [MOpumM3anuio ¢ 30HAOM TIPOBOIWIN TIPU
temriepatype 58°C, KOHIEHTpamus aHTUCMBICIIO-
Boro PHK-30H1a cocrasisina 1 Hr/Mko. J1j1s1 Bu3ya-
JIN3alluY TUOPUAN30BAHHOTO 30HAA OBLIU UCTIOJb-
30BaHbl aHTUTENIA K AUTOKCUTEHUHY, KOHBIOTUPO-
BaHHBIE C IIejo4YHoil ¢ocdarazoir (Anti-DIG AP
antibody, Roche; pasBemenue 1/2000) u cy6erpat
s menogHoi ¢ocdarazel NBT/BCIP (Roche).
ITocne uBeTHOI peakuMu oOpa3lbl MPOMBIBAIN B
100% sTaHose, 4TOoOB yOpaTh (POHOBOE OKpaIlIMBa-
Hue. O6pa3sibl pororpadupoBanu B 99% rauuepu-
He ¢ moMoIlbo Mukpockona Leica M165C (Leica,
I'epmaHus), ocHalleHHOro IHUGPOBON Kamepoit
Leica DFC420C (5.0MP).

ﬂpoceenueafougaﬂ ceemoeas U mpaHCMUCCUOHHAA
ONEKNPOHHAA MUKDOCKONUA

s uccinenoBaHusl 06pa3lioB METOAOM ITPOCBE-
4MBalOIIE CBETOBOM MW TPAHCMMCCUOHHOM »BJIEK-

TpOHHOIT MUKpocKonuu (TOM) Meny3sl pukcupo-
B B 2.5% pacTBOpe NIyTapoBOTO aJbaervuiaa Ha
0.05 M kakoausnatHoM Oydepe (pH 7.2—7.4, 15mr/mn
NaCl, 0.025% MgCl,). O6pa3sipl 3aTeM 10(PUKCUPO-
Bay B 1% pactBope OsO, B TeueHUe Yaca, 1 3aKIII0-
yam B Epon812 comracHo paHee OITyOIMKOBAaHHOMY
npotokony (Kupaeva et al., 2018). OkpaiiieHHbIE TOJLTY-
WIVHOBBIM CMHUM MOJYTOHKHE Ccpe3bl (hoTorpadupo-
BaJIM ¢ MOMOIIbI0 MUKpocKoma Leica M165C (Leica,
I'epmanwus), ocHaleHHOro HUMpPoBoi Kamepoii Lei-
ca DFC420C (5.0MP). KoHTpactTupoBaHHbIE YJb-
TPpaTOHKME CPe3bl UCCIIEIOBAIU C TIOMOIIbIO TTPOCBE-
YUBAIOIIMM 3JIEKTpOHHOTO MUKpockorna JEM-1011
JEOL (JEOL, Amnonwus).

Obpabomka uzobpasceHui

O06paboTKy M300paxkeHUIA OCYIIECTBISUIM B IIPO-
rpamme Adobe Photoshop CS6. UTo6b1 1OOUTHCS OIT-
TUMaJIBHOTO KadyecTBa W300paxkeHUs], W3MEHSUIN
“Aprocts”, “Kontpact” n “Yposan” mia RGB ka-
Haja. Bce MHCTpyMEHTBHI NMPUMEHSUIMCh KO BCEMY
M300paxXeHUI0, a HEe JTOKAJIbHO.

PE3VJIBTATBI 1 OBCYXIEHHWE

Meny3a S. lovenii iMeeT YeThIpe IIyIajablia, B OC-
HOBAaHUM KOTOPBIX HAXOAUTCSA TI0 ChepruyecKkoMmy
yToJlIeHuIo, Oynboe (puc. 10, 1B). Ha BHelIHel cTo-
poHe OyiabpOBbI PACHOJIOXKEH CBETOYYBCTBUTEIHLHBIN
opraH (I1a30K), MMeroIIuii (popMy Jalleuyku (puc. 2a).
bopos3nka ornensier obilacTh Ira3ka OT OCTaJIbHOM
SIUAEPMBI OYJILOBI, B KOTOPOI pa3IUuIMMBbl KAIICYJIbI
CTpeKaTelIbHBIX KJIETOK (puc. 20). I'masoxk S. lovenii
10 CBOEMY CTPOEHUIO M KJIETOYHOMY COCTaBY COOT-
BETCTBYET INIa3Ky POICTBEHHOro Buma, .. fubulosa
(Singla, Weber, 1982). On obpa3oBaH IByMsI TUIIaMU
KJIETOK: PECHUYHBIMHU (hOTOPELECTITOPHBIMU U TIUT-
MEHTHBIMHU. B r1a3ke MOXXHO BBIACIUTD alliKaJIbHBIA
CJION KpYITHBIX BaKyoJI€H, JeXalluid 3a HUM IIUr-
MEHTHBIN CJIOM M Oa3albHBINA CJIOM, THe HaXOISITCS
sapa (OTOPELEIITOPHBIX ¥ IIMTMEHTHBIX KJIeTOK. Bo-
THyTasl anuKajbHasi MOBEPXHOCTh IJ1a3Ka IMOKpPhITa
cu3bio (puc. 2B).

Y chopMupoBaHHBIX MEIy30UI0B 5. lovenii, B OT-
JIN4Ke OT MeIy3, B peayLIMPOBaHHBIX OYyJIb0aX OTCYT-
CTBYIOT IJIA3KU M IyIaiabna (puc. 1a).

YV B3pOCIIBIX, MOJTHOCTBIO CHOPMUPOBAHHBIX Me-
ny3 S. lovenii axcrpeccus reHa foxn4 Obl1a HAMU BbI-
SIBJICHA B OTIEIbHBIX KJIETKAX HA TUCTAaIbHOM KOHUMKE
MaHyOpuymMa M B OynpOax Inymaneu (puc. 3B, 3r).
B Oynp0ax mrymanen akciipeccusi reHa foxn4 Obuia
oOHapy:KeHa B 3nuaepMe — Ha OOKOBBIX ITOBEPXHO-
CTSIX OynbOBbI, NUCTajlbHEE TOYEK MPUKPEIUICHUS
30HTHKA, a TakKke (MeHee MHTEHCHMBHO) C €€ BHYT-
peHHel ctopoHsl (puc. 31, 3e, 3x). Panee, Ob110 110-
Ka3aHo, YTO JApyrue reHbl u3 cemeiictBa Fox (foxb,
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Puc. 2. Imazok Memys3sl S. lovenii. (a, 6) [1ponoibHBII 1 TTIONIEPEYHBIN Cpe3, CBeTOBast MUKpPOCKOIMsI. KpacHbIe CTpeIKM yKa-
3BIBAIOT Ha KarCyJIbl CTPEeKaTeIbHBIX KJIETOK. Bo Bpe3ke Ha puc. 20 — Karcyia CTpeKaTeIbHOM Ki1eTKU. MaciuTabHble OTPe3KU —
20 MkM. (B) DoTopelnienTopHbIE (KpacHast 3Be304Ka) ¥ MUTMEHTHBIC (3KeJITast 3Be3I0UKa) KJIETKH r1a3ka, TOM.

(@) (6) (B)

-

\m6 =

KK
By 111 Bun c opanbHoro
noJitoca Bun cooky Bun cHapyxu
(r) (m) (e) (x)
g2 T . . W
- '
po
I RSB DK
-
- PK —_
111
Bun cooky Bun cHapyxu Bun ¢ opanbHOro nostoca

Puc. 3. Dxcnipeccus reHa foxn4 'y S. lovenii, rubpunusanusi in situ. (a, 6) ChopmupoBaHHast Meay3a. Bo Bpe3ke akcripeccust
Foxn4 B xoHunke MaHyOpuyma. 11 — Ilymnanble, 16 — mymnaibleBas Oyabba. (B) CxeMaTUUHOE M300paxkKeHUe OyIbObI LIy~
Tmajablia MeAy3bl: pK — paauajibHbIN KaHall, KK — KOJIbIIEBO# KaHaJI, T — IJ1a30K, 110 — IIynaiblieBas OyJibp0a, 11 — IIyImaiblie.
(r, m) Bynp6a mrynanbiia Memy3bl. YepHBIMU TPEYTOJbHUKAMU YKa3aHbl MeCTa MPUKPEIUICHUST 30HTHKa Meay3hl. (e, X) Cdop-
MUpPOBaHHBIN Meay3oua. Bo Bpeske akcrnipeccusi Foxn4 B penyliupoBaHHO# Oyab0e (p6) Meay3ouna.
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Jfoxc1, foxd) Toxe sKcpeccupyioTcs B Oyabpdax Iryra-
Jeu y Mmenyssl Clytia hemisphaerica (Chevalier et al.,
2006; Condamine et al., 2019; Leclere et al., 2019).
MHTepecHO UYTO MPOCTPAaHCTBEHHBIE MATTEPHBI KX
BKCIIPECCUU CXOMHBI C BBISIBJIEHHBIM HaMM MaTTep-
HOM 3KCIIpeccuu TeHa foxn4. Mbl He OOHaApyXWIN
BKCIIPECCUIO TeHa foxn4 B 00671aCTU mIa3Ka y Meay3bl
S. lovenii.

VY chopmupoBaHHOro Memy3oujaa o0JacTh 3KC-
Mpeccum reHa foxn4 HaxoguTCsI B 00JIaCTU PeayLIMPO-
BaHHOI1 OYIbObI B OTIEIbHBIX STTUACPMAIbHBIX KJIET-
Kax (puc. 3a, 30).

Cyns 1o HalllMM JaHHBIM, V S. lovenii skcnipeccust
reHa foxn4 He accOIMMpPOBaHA CO CBETOYYBCTBU-
TeJIbHBIMU OpraHamMu, W, BO3MOXHO, CBsI3aHa C
IuddepeHIMPOBKOM HEHPOCEHCOPHBIX  KJIETOK
uHoro turna. [Toxoxuit caydaid Mbl BUAMM Ha TIpU-
Mepe TeHa foxb, KOTOpPBIii Y TO3BOHOYHBIX XXHUBOT-
HBbIX TIPUHUMAET y4yacTue B (pOpMUPOBAHUU HEPB-
HOM TpyOKM U OTpocTKOoB HeipoHoB (Golson,
Kaestner, 2016). ¥ wmenyswl C. hemisphaerica ero
9KCITpeccus Obljia OOHapyXeHa B CTaTOLIUCTe, MeXa-
HoceHcopHOM opraHe paBHoBecus (Chevalier et al.,
2006). Y turaHys 3Toro BUaa 3Kcnpeccus foxb cBsiza-
Ha ¢ (OpMUPOBAHMEM TaHIIMOHAPHBIX KJIETOK U
cTpekaTenbHbIX KiIeToK (Chevalier et al., 2006). Mbl
MpezarnojaraeM, 4To reH NpoayKT TeHa foxn4 Takxke
MOXET UTI'paTh KaKyl0-TO pojb B A1 epeHIIUPOBKE
CTpeKaTedbHbIX KIeTOK. CTpekaTejlbHble KJIETKU
CUMTAIOTCSI BBICOKOCIICLIMAIM3UPOBAHHBIMU MeXxa-
HoceHcopHbIMU KieTKamu (Oliver at al., 2008). 13-
BECTHO, UTO y . lovenii, a TakXe y IPyTUX TUIAPOUI-
HBIX Meny3, Hanpumep, y C. hemisphaerica, B Toi
obnactu OyabOBI HIyIladblia, THe MBI OOHAPYXWIN
BKCIIpeccHlo foxn4, GOpMUPYIOTCS CTpeKaTeJlbHbIE
ket (Denker et al., 2008; Leclere et al., 2012; Ve-
trova et al., 2023). KpoMme Toro, maTrepH 3KCIIpec-
cuu reHa foxn4 B Oyab0ax LIynaael Meay3 nepece-
KaeTcsl ¢ maTTepHaMU 3KCIPECCUU TeHOB nanosl,
vasa U piwi, 3KCIIpeccusi KOTOPbIX OblIa TaKXKe 00-
HapyXeHa B peAyLIUPOBaHHHBIX OyJbOax Meny3onaa
(Vetrova et al., 2023). Insa nipencraBuTesieit Kiacca
Hydrozoa 0n110 TTOKa3aHO, 4TO TeHEI nanosl, vasa n
Ppiwi SIBIISIIOTCSI TEHAMU-MapKepaMu KakK MYJIbTUIIO-
TEHTHBIX i-KJIEeTOK, TaK U MaJiognuddepeHIupOBaH-
HbIX TIPpENIIECTBEHHUKOB CTpeKaTebHbIX KJIETOK
(Mochizuki et al., 2000; Mochizuki et al., 2001;
Seipel et al., 2004; Denker et al., 2008; Rebscher
et al., 2008; Leclere et al., 2012). JlonoaIHUTEIILHBIM
CBUZIETEJIBCTBOM accollMalluu foxn4 co CTpekareib-
HBIMU KJIETKaMU SIBJISIETCSl €70 IKCIpeccuss B KOH-
yuke MaHyopuyma (puc. 3r). Ha koHunke MmaHyOpu-
yMa y TUIAPOUIHBIX Mely3 PaclojoXeHO POTOBOE
OTBEPCTHUE, a BOKPYT HETO — CTpeKaTeJbHbIE KIETKU
(Denker et al., 2008). Takum o6pa3omM, y Hac ecTb
OCHOBaHUS TpeanojaraTb, 4YTo foxn4 siBiasieTcs elie

BETPOBA wu np.

OIHWM IeHOM, BOBJICYeHHBIM B TU(PHepeHIINPOBKY
CTpeKaTeIbHBIX KJIETOK Y CTpeKalolInX.

3AKIIIOYEHHME

B mpencraBieHHOM 31AeCh MCCACIOBAHUM MBI
BIIEpBbIE OXapaKTePU30BaJIM MATTEPH 3KCHPECCUU
reHa foxn4 y ipeactaBuTesst KHugapuii. bBosee Toro,
MbI COMTOCTaBWJIM TIAaTTEPHbI €r0 IKCIPECCUN Y CBOOOI -
HOIUIABAIOIIUX MEMY3 U MPUKPETUIEHHBIX MEIY30UI0B,
GopMUPYIOIIMXCS HA TTONMUITAX OMHOTO U TOTO K& BUIA
ruapounoB. Okazajioch, 4To y S. lovenii 3Kcripeccust
Jfoxn4 acconumpoBaHa He ¢ GOTOPELIENTOPHOIM CTPYKTY-
pOIi — CBETOUYBCTBUTEIIBHBIM IJIA3KOM, a C OOJIACTHIO
dopMUpoBaHUs CTpeKaTeIbHBIX KileToK. Ha ocHoBa-
HUY MOJyYEeHHbBIX JAHHBIX MOXHO TTPEITOI0XUTh KOH-
ceppatuBHOCTh yHKIIMM FOXN4 kak TpaHCKpHII-
LIMOHHOTO (pakTOpa, y4acTBYIOIIETO B 1uddepeHII-
POBKe HEMPOCEHCOPHBIX KJIeTOK. OMHAKO B OTJIMYME
OT MMO3BOHOYHBIX XKMUBOTHBIX, Y KOTOPBIX foxn4 HE00-
XOIUM JJ1s1 (P OPMUPOBAHUS KJIETOK CETYATKU IJ1a3a, y
TUAPOUIOB OH, CYJIsl IO MPOCTPAHCTBEHHBIM MaTTEP-
HaM €ro 9KCIIPECCUM, He y4acTBYeT B PeryJISIUN
¢opMupoBaHUSI U pabOTHl opraHa (pOoTOpELEHIIN.
ITockonbKy aKcIipeccusi TeHa foxn4 Oblia BUyaanusu-
poBaHa B 3IIMIAEpMe OYJILOBI LIyMaiell, rae y THIApOo-
UIHBIX MeAy3 HaXoOUTCS o61acTh (hOpPMHUPOBAHUS
CTpeKaTeJbHbIX KJIETOK, MbI IIpearnojaraeM, 4To
dyakuusg FOXN4 MoxeT OBITh CBsI3aHa C Ipoliecca-
MU ux guddepeHITUPOBKH.
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Jfoxn4 Expression Pattern Suggests Its Association with Neurosensory Cells
in the White Sea Hydrozoan Sarsia loveni

A. A. Vetrova!, A. A. Prudkovsky?, and S. V. Kremnyov! > *

IKoltzov Institute of Developmental Biology of the Russian Academy of Sciences, Moscow, Russia
2L omonosov Moscow State University, Moscow, Russia
*e-mail: s.kremnyov@gmail.com

The foxn4 is one of the key transcription factor genes controlling retinal formation in vertebrates. However, it
is not clear whether its association with light-sensitive organ formation is evolutionary conserved. To answer
this question, we tested whether the expression of this gene is localized within light-sensitive organs in a rep-
resentative of basal Metazoa, the hydroid Sarsia lovenii (Hydrozoa, Cnidaria). Usually, the life cycle of hy-
droids includes stages of a pelagic medusa and a benthic polyp. However, in many species, attached medu-
soids, in which many medusa structures are reduced, form instead of free-swimming medusa. The White Sea
hydrozoan Sarsia lovenii is an exceptional example of the species, in which polyps of different haplotypes pro-
duce either pelagic medusae or attached medusoids. Comparison of gene expression in medusae and medu-
soids of S. lovenii is a promising model to study how the formation of morphological traits is regulated in hy-
drozoan cnidarians. We compared the spatial pattern of Foxn4 expression in medusae and medusoids of .S. /o-
venii by in situ hybridization. In medusae, Foxn4 is expressed not in the photoreceptive ocelli, but in the
ectoderm of the tentacle bulb around the ocellus. Although, unlike medusae, . lovenii medusoids lack ocelli,
we detected Foxn4 expression in their reduced tentacle bulbs. It is known that the tentacle bulb in hydrozoan
medusae is a zone of localized formation of nematocytes, which are considered to be derivatives of mechano-
sensory cells. Thus, our results indicate that, in medusae and medusoids of S. lovenii, the foxn4 is not associ-
ated with the formation of photoreceptor organs, as in vertebrates. However, it may be associated with ne-
matocytes, another type of neurosensory cells.
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