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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.
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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-
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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
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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 v cpefiHsisi TeTpaaHble CTalUuU Pa3BUTHSI MUKPOCIIOP Yy Psiia BUAOB, BbISIBJISIIOIINE MHULIMATbHbBIE MULIEIUISIP-
Hble Me30(da3bl mapasienbHo ¢ (ha30BbIM pasznesieHueM. (a, 6) Kononku ceprueckux MULe/1 Ha paHHEH TETPATHON CcTanuu
y Eupomatia laurina u Chamaedorea microspadix (eonoeku cmpenok). (B—e) KoJIOHKM TTOTyCIUBIINUXCS CHEPUISCKUX MUTIEILT
(eonoeku cmpenok) Ha cpenHeit rerpaaHoit cranuu y (B) Magnolia sieboldii, (r) Nymphaea mexicana, (n) Swida alba, (e) Acer ta-
taricum. Pa30Boe pazaesieHUE B [IEPUILIA3MATHYECKOM ITPOCTPAHCTBE XOPOIIO 3aMETHO KaK KOHLIeHTprupoBaHHbIHi (KC) u nc-
touieHHbI (MC) cnoii. Ka — kanmnosa, [IM — nmia3marudeckast MemOpana, BIIM — BeipocThl n1azmatrueckoit MeMOpaHbl,
LIM — LUTOIIa3Ma MUKpocKophl. (a—e: Fig. 3a'—f u3 Gabarayeva, Grigorjeva, 2016). Maciura6ubie 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).

MOJI0XEeHBI BUHTOOOpa3HbIM obpa3oM (cM. Fig. 11, i, j
B pabotre Gabarayeva, 2014). Mpbl cuyuTaem, 4TO
“tadThl” (110 TepMUHOI0TMU Rowley) cooTBEeTCTBY-
OT MWIMHAPUIESCKUM MUIIEIaM WUIH, CKopee, WX
KJ1acTepam.

B HacTtos1iee BpeMsl BBIICHWJIOCh, YTO MMIEII-
JISIpHasi CAaMOOPTaHU3alsI — HE eIMHCTBEHHbBIIA (1~
3UUYECKMI1 POLIECC, BOBJICYEHHBI B pa3BUTHUE K3 -
HBIL. JIpyruM BasKHBIM IIPOLISCCOM SIBJIsIeTCST (ha30BOE
pazneneHue. DTOT IpoLecC SIBJISIET co00it (Pu3MmIecKmin
MEXaHU3M TI'€TepOIreHHOIO pacHpenesieHUsl BEIleCTB B
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HeKoM o0beme. B yacTHocTH, (haszoBoe pasmeieHue JIo-
KaJIbHO YBEJMYMBAET KOHLICHTPALMIO BEIIECTB B Ofl-
HOI 06J1aCTH TIePUTLIIA3MATUIECKOTO IMTPOCTPAHCTBA,
OIHOBPEMEHHO MPUBO/S K UCTOIICHUIO B APYTOIf €ro
obnactu. Beuto mokasano (Lavrentovich et al., 2016),
YTO MHOroo0Opasue MaTTepHOB 3K3UHBI MOXET ObITh
00BsICHEHO (PA30BBIM MEPEXOAOM K IIPOCTPAHCTBEH-
HO U3MeHeHHbIM (hazaM. [TocaenHue SBISIIOTCS T€0-
METPUYECKU MPAaBUJIBHBIMU CTPYKTYpaMHM, BBI3BaH-
HbiMU (a3oBbIM pasneneHuem (Leibler, Andelman,
1987). Ilpu ¢azoBoM pazneacHUr U3HA4YaJIbHO CMe-
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Puc. 3. Mosonast u cpenHsisi TeTpajHble CTaauu pa3BUTUSI MUKPOCIIOP Y LIMKANOBbIX. (a) TpaH3UTHMBHAs MULIEIUISIPHAST ME30-
(daza “MoHeTHbIEe CTONONKN” (KOJIOHKM YIUIOIIEHHBIX chepriecKrnx MULIEIUT) TIPU Tepexoie OT paHHEel K CpeaHeit TeTpaaHoi
cranuu y Stangeria eriopus. [TUKOKaJMKC COCTOUT U3 OTAETBHBIX PAIUATIBHO OPUEHTUPOBAHHBIX U TECHO YIIAKOBAHHBIX KOJIO-
HOK CIUTIOLUIEHHBIX chepruueckux Muues (cmpeaxu). (0, B) CpenHsisi TeTpangHasi ctaaust y Stangeria eriopus (6) and Encephalar-
tos altensteinii (B). ®a3oBoe pa3iesieHUe BEIIeCTB NIMKOKAJIMKCA MPUBEJIO K pacCcioeHUIO Ha KoOHLeHTprupoBaHHbIH (KC) 1 nc-
toueHHbI (MU C) ciion. YnopsinoueHHas MULIE/UISIPHASI CTPYKTYpa — CJIOM HMJIMHAPUYECKHX MULIEUT — JIOKaJIM30BaHa BHYTPU
KOHLICHTPUPOBAHHOTO CJ10sl. DTa cpenHsisl (UM rekcaroHasibHasl) Me3odasa siBsieTcsl KapKacoM Oyaylueil yITMHeHHO-allb-
BEOJISIPHOM 3KTAK3UHBL. [ OP — rmaakuii sHmonnasmMaTudeckuii petukysiyM, LI — nuucrepHsl [onbmku. OcTtanibHble 0003HA-
YeHMsl 3Iech U Jajiee — Kak Ha puc. 2. Macirabusie nuHeiiku: (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 Palacobotany 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 Palaeo-
botany and Palynology 132 (2004) 175—193, from Permission and License number 5474710077579 of ELSEVIER.

IIaHHBIE CUCTEMBI MoaBepraloTcs pazoBomy pacciio-  pa (Alberti, 2017). [To3nHee nmosBuiIachk Teopusi, 00b-
eHMnio (mpollecc, oOpaTHBIM CMEIIMBAHUIO) Ha IBa  SICHSIOIIAS BCe MHOrooOpa3ue IaTTepHOB 3K3WHEI,
Wi Gojiee KOMITapTMEHTa, B pe3yJIbTaTe KOTOPOTOo B BKIIIOYasl CKYJIBIITYPY M pacIipeleieHue arepryp,
JIByX Pe3yJIbTUPYIOIIX U3BMEHEHHBIX (pa3ax MOXeT Io-  3TuM dusundeckuM mpoieccoM (Radja et al., 2019).
SIBJISITBCSI YITOPSITOYEHHAS TIPOCTPAHCTBEHHASI CTPYKTY-  DTH aBTOPHI HCIIONIB30BAIA KOMITHIOTEPHOE MOIETUPO-
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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 MULEIUIIPHbIE CTPYKTYPhI B TeTpaaHOM Iiepuone y Echinops exaltatus n
Tanacetum vulgare. (a, 6) CpenHsisi v MO30HSIsI TeTpaaHble cranuu y E. exaltatus. (a) @a3oBoe pasnesieHue KpaitHe BbIpaXkeHo:
CJIOi TECHO YITAaKOBaHHBIX IIWJIMHAPUIESCKUX MULIEIIT (CpenHsIst Me30dasa) JIOKAIM30BaH B KOHIICHTPUPOBAHHOM clioe (acme-
PUK), a 0OJIBIIION ITPOCBET BHU3Y — UCTOILICHHBIM ClIoi (36e3douka). (6) [1o3mHsIst TeTpaaHast cCTaqyvsi: IPUMIK3MHA C HApy>KHBI-
mu nipokonymesiamMu (HK) u BHyTpeHHUuMU Tosncteimu nipokoayMesuiamu (BK). IpusHaku dazoBoro pasnesieHus1 OUeBUIHbI
(acmepuk w 36e30ouka). CpenHsisi (B) v TTo3nHss (T) TeTpanHble ctanuu 'y Tanacetum vulgare. [IpuMak3uHa B TIpoiiecce pa3Bu-
TUsl. HapyXXHBbIi c10it TOHKUX MPOKOIyMeI (204106KU cmpeaok) OCHOBaH Ha LMJIMHAPUYECKUX MULIe/uT1ax (cpeaHsisi Me3odasa)
BHYTPHY KOHIEHCUPOBAHHOTO CJI0SI (ACTEPUCKM ), TOJICThIE KOJIYMEJUIbl — BHYTPU UCTOLLEHHOTO CJI0s (36e300uku). BHyTpeHHMIA
TEKTYM: MPOABIPSIBICHHAs TIacCTUHKA (cmpeaku). MaciutabHble TMHeNKuU: (a, 6) 1 MKMm, (B, r) 0.5 mxm. Ha puc. 4 Bocipous-
BeneHbl: (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; (8B, 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).

¥ KCWJIaHBI ObLIN 0OHApY:KeHBI Ha TIMKaX YHIYJINPYIO-
1Ieif T1a3MaTHIeCcKoil MeMOpaHbI B TETPATHOM IepH-
oxe (Suzuki et al., 2017). Beuio BEICKa3aHO MPEAIIOIO-
xenwue (Li et al., 2017), uro apabuHOrajJaKTaH-IpoOTe-

WHbBI MOTYT ObITh MECTAMU AJT€3UN CIIOPOIOUIEHUHA
Y KOMITOHOBKY TIaTTepHa B paHHEM Pa3BUTUM 000104~
K1 MMUKPOCIIOp. DTO MOJTHOCTBIO COBMANAET C Haulei
JTaBHEW TOYKON 3pEHMs Ha PAHHIOK AETEPMUHALIUIO
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Puc. 5. Terpanuslit nepuon y Trevesia burckii. (a) Pannsist tetpanHas cranusi. MAMInanbHOe ha3oBoe pasnesieHue BHYTPU pe-
TYJSIPHBIX MHBarvMHalLUil 1ia3MajeMMbl (cmpeaku): KOHLICHTPUPOBAHHBIN (acmepucku) M UCTOLECHHBIN (36€3004Ku) CIOU.
(6) Mononas rerpana. Kiactepsl cpepruecknx Muties (cmpeaku) BHyTpU pa30aBieHHOTO ciost (acmepuck). (B) CpenHsis TeT-
panHas cragusi. Ha Bepxyllkax my0OKO MHBarMHMPOBAHHOM IJIa3MaJIeMMbI TTOSIBJISIIOTCS KJIACTePhl HUIMHIAPUIECKUX MU~
1IEJLT KaK OCHOBA JJIsI POKOJayMeJl (cmpenxu). KoHneHCUpOBaHHBIN (acmepucku) Vi ICTOLLICHHBIN (36e3004Ka) CIION BbIpaXe-
Hbl cuiibHee. (1) [To3nHsist TetpanHast ctanusi. [Tociae MHULIMATBHON aKKyMYJISILIMU CIIOPOTIOJUIEHMHA KJIacTephl LIMJIMHAPUYES-
CKUX MUIIEJUT TIpeoGpasytoTcsl B ipokonaymeluibl. Da3zoBo-pasneneHHbIe CIOM PE3KO BBIPAKEHBI M MTOMEHSUTUCh MECTAMU.
11D — pacmmpenHas nuctepHa DP, B — Bakyosb. MaciutabHble TMHeiiku: (a, 6) 1MkM, (B, r) 0.5 mxM. Ha puc. 5 Bocripon3sBe-
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.
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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).
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Puc. 7. Monenu u cornocraBuMble ¢ HUMU HaTypaJIbHbIe TPaHYJISIPHbIE 9KTIK3UHBI U JIaMEJIITHbIE SHIRK3MHBIL. (a—T) Cumy-
JISThI, (a', 6') TpaHyJsIpHbIC SKT3K3MHBI, (B', T', BCTaBKa) JaMEJ/UISITHbIE 3HIPK3WHBI. (a) Pa3BuTue JaMUHATHBIX MULICILT
(“PDHI”) B KOHLIEHTPUPOBAHHOM CJIO€, CUMYJIMPYIOLIee JJaMeJlIbl SHIRK3UHbI y Larix decidua (a'). (6) CumyssiT 060J104YKH
MUKPOCIIOPbI, OCHOBaHHBII Ha CcheprueCKUX MUIIEIAX, CAMOOPTaHM30BAaHHBIX B KOJIOHKU (20108KU cmpeaok), CXOMHBII C
naTTepHOM pa3BUBalOLIeiics 3K3UHbI Y Symphytum officinale Ha cpenHeii TeTpagHoii ctanuu (6' ¥ yBeJIMUeHHast 4acTh 000104~
KM C pa3BUBAIOLIMMUCST KOJyMeJu1aMu (eono6xu cmpenok, BcraBka). (Fig. 2g, eg', h, h' u3z Gabarayeva et al., 2020). (8) Monenb
(“DHn”), cocrosias U3 JJAMWAHATHBIX MUIIEIUT, CUMYJIMPYET JaMeJUThl SHIRK3UHBI Y Juniperus communis (B', Oun). (Fig. 9a, a'
u3 Gabarayeva et al., 2020). (r) Moaenb (“DHa”), cocTosiasi U3 JAMAHATHBIX MUILIEJIT C TATTMYHBIMUY 3a30paMU MEXKIy OHCIIO-
SIMU, CUMYJIMPYET JIaMeJUTbl SHIRK3UHBI y Abies concolor (r', Dun). (Fig. 9d, d' u3 Gabarayeva et al., 2020). DKT - 3KT3K31Ha,
POHn — pasBuBatomiasicst s3H19K3MHa, ML — murorurazma mukpoctopsl, S — sinpeiko, [1M — miasmaiemma. MacimtaGHbie
JIMHENKM: (a, a', 6') 1 MmkM; (0, BctaBka B 0, 1) 0.1 MkM; (B, B', ') 0.5 MxM. Ha puc. 7 BocripousseneHsl: 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 TMpeIMeTHbBIMU
CTeKJIaMH, pa3neIecHHBIMU CTEKISTHHBIMU KaITUJUIS -
pamu nuameTpoM 0.4 Mm. TakuM o6pa3om, Ha IKCIIe-
pUMEHTaIbHBIC CMECH HaKJIaIBIBAIUCh (PU3NIECKHe
OrpaHUYCHUSI, YTO MPUOIMKAIO COCTOSTHUE KOJUIO-
WIHBIX PACTBOPOB K €CTECTBEHHBIM YCIIOBUSIM Y3KOTO

MEePUILIIa3MaTUYECKOTO MPOCTPAHCTBA MUKPOCIIOPHI.
DKcrepUMeHTHI OBUTH TIPOBEACHBI IIECTh Pa3 ¢ OMHA-
KOBBIMU pe3yJIbTaTaMH, HO ¢ HEOOJIBIIIMMU BapHrallvsi-
MU B pa3Mepax U KpUBU3HE CTPYKTYPHbBIX SIUHULI.

BrIcoximue mieHKH (PUKCUPOBaAIM OOBIYHBIM METO-
JIOM, WCMOJIB3YeMBIM B 3JIEKTPOHHON MUKPOCKOITUU
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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. Monaenu (a—B), CUMyJIMPYIOIIME aJIbBEOJISITHBIC CTPYKTYPbI 9K3UHBI ITbLIbIIEBBIX 3epeH Pinus sylvestris (a'—B'). (a) Cu-
MYJISIT C aJIbBEOJIIPHO-IIOA00HOM 000JI04KOi, C(DOPMUPOBAHHON Ha MOBEPXHOCTU JUITMAHOM Karuin. (a') I1blUiblieBOE 3epHO
P. sylvestris ¢ albBEONATHOU 3K3WHOU (M3 TrepbapHoro marepuana). (0) Monmenb, cuMynupytomiast 3kK3uHy Pinus sylvestris.
(6') Dx3uHa Pinus sylvestris (actepuck: 3HIPK3MHA). (B) CHUMYyJST CTEHKM mbuiblieBoro memka (“CM”) Pinus sylvestris.
(8') Crenka nbuiblieBoro Meika (CM) Pinus sylvestris. OL octatku nuutoruiasmel, LIM nuroriasma Mukpocnopbl. KoHiieH-
TpupoBaHHas daza (acmepucku), ucTollieHHas ¢asza (36e3douku) B pedysibrate (pa3oBoro paznejeHus. MaciurrabHble TUHEKU:
(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.

VIIBTPACTPYKTYPE C OCHOBHBIMU TUITAMU SKTIK3MHBI
W JaMEJUISITHON 3HAPK3MHBI B XOI€ MX Pa3BUTHUS
(puc. 9, 10).

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

rpaHy/ISIPHYIO SKTAK3UHY 1 JIAMEJUISITHYIO SHASK3UHY C
TUTIMYHBIMU “OeNbIMU JIMHUSIMK, HAOII0HaeMBIMU

Y TOJIOCEMEHHBIX, Haripumep y Larix decidua (puc. 9a’,
96', 9B'). CumynaTel, nojaydeHHble U3 cMecu No 1
(puc. 9a, 96), NoOaOGHBI TPaHYJISIPHOI SKTIK3UHE Larix
(puc. 9a’, 96', 98"). Hanuuue ¢ha3oBoro pasneieHust
OUEBHMIHO Ha puc. 96, Tme chopMUPOBAHBI MCTOIICH-
HbII (36e300uKka) W KOHACHCUPOBAHHBIN (acmepuck)
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Puc. 9. Monenu (CUMYJISITBI), TOJyYeHHbBIE C UCTTOIb30BaHUeM cMeceit No 1—3 (a—r), cumysupyloliue rpaHyJisipHyio (a', 6', B')
U aJIbBEOJISIPHYIO (T') 9K3UHY (OpUTMHAJIbHBIE JaHHBIE). () CUMYIIST, MOApaXKalouii rpaHy/IsSIpHOM 9KTIK3UHeE. (0) Monenb
000JIOYKM MUKPOCIIOPBI, COCTOSIILICH U3 KOJOHOK chepuueckux MULE (eoso6ku cmpenok). KOHLIEHTpUpOBaHHBIN (acme-
PUCK) Yl UCTOILLICHHBII (36e300uka) moMeHBbI TTocie (pa3zoBoro pasaeneHus. (B) CUMyIsiTel (JTaMUHATHBIE MULIEIUIBI), CXOTHBIE C
JIAMEJUISITHO# SHASK3WHONW MHOTHUX BMIIOB, C €€ TUIMYHBIMU “OeJIbIMU JIMHUSIMM (3a30pbl MEXIY OUCIOSMU MUIIEILI).
(a', 6', B') O60sI0uKa MBUILLIEBOTO 3¢pHa Larix decidua ¢ TpaHyJIIpHON 3KTIK3UHON (DKT, 201068KuU cmpenok) U JTaMeJIITHOMN
aHAPK3UHOU (DHA). (T) Moaens, cuMyIUpyIolasl aIbBEOJISIPHYIO 9KTIK3MHY. KoHneHcupoBaHHbIi (acmepuck) v UCTOIIEH-
HBIH (36e30douka) MOMeHBI ociie (ha30BoTO pasneieHus. (T') AJbBeossipHast 3KTIK3WHa Pinus sylvestris. MaciiTaOHble 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
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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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