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IIpencraBiieH 0030p COOCTBEHHBIX U JIMTEPATYPHBIX JaHHBIX MO UCCACAOBAHUIO MEXAHU3MOB Pa3BUTHUS
cropoaepMBbI (000JI0YKHY IMTBUTBLIEBBIX 3€PEH M CITOP) B CBETE KOJJIOMIHBIX B3AUMOIENCTBAIN — MULIEIUISIP-
Hoit ruriote3nl (Gabarayeva and Hemsley, 2006; Hemsley and Gabarayeva, 2007), npenmnoJiaraiomeii yJya-
CTHE B Pa3BUTHHU IIPOLIECCOB CaMOOpPTraHu3alnu. JeTanbHOo pacCCMOTPEHO pa3BUTHE SK3UHBI (CITOPOTIOJIIE-
HUHOBOM YaCTH CITOPOAEPMBI) Y 5-TH BUIOB pacTeHUI U3 OTHATEHHBIX TAKCOHOB U JAHO €T0 MULIEJIISIPHOE
tTonkoBaHue. [TpoBeneHHOE SKCIIEPUMEHTATLHOE MOAETMPOBAHIE SK3MHO-TIOOOOHBIX CTPYKTYD in Vitro, B
KOTOPOM JBUKYILIEN CHION ObUIM (DU3UKO-XUMUUYECKHE 3aKOHOMEPHOCTU KOJIJIOUIHBIX CUCTEM (TUIPO-
(G OOHBIE B3aNMOIENCTBHS), CBUIETETHCTBYET O IIPABOMEPHOCTH MULIEIIIPHOM TUITOTE3HI U O TIEPCIIEKTUB-
HOCTH JaJIbHEMIIIEro pa3BUTHS 3TOTO HanpasJieHus. PaccMaTpuBaeTcsl COOTHOLIEHUE POJIM TEHETUYECKOTO
KOHTPOJISI ¥ CAMOOPTaHMU3aIIMN B CTAHOBJIEHUU CIIOKHBIX OMOJIOTUYECKHNX 000JIOYEK.
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MBI, PELIENTOPBI CIIOPOITOJIEHUHA, MOAEIMPOBAHNE OOOJIOUKHY iM Vitro, CIIOPOBBIE, TOJIOCEMEHHEBIE, TIPH-
MUTHBHBIE U TTIOABUHYTHIE IIOKPBITOCEMEHHBIE PACTEHMSI.
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BBEAEHUE

Hcmopuﬂ OHMOceHemu41eCKoco HanpaeaeHus
6 NAAuHo/102UU U COBPEMEHHAA NOCMAHOBKA np06ﬂ€Mbl

O06o0J104Ka MBUTBLIEBBIX 3¢6peH 1 CIOP — CITOPOAeP-
Ma — TMPEICTaBIsieT coOOi MpUMeEp YIUBUTEIHHOIO
OMOJIOTMYECKOTO MHOTO00Ppa3rsI M CIIOKHOCTU CTPYK-
Typbl. MccnemoBaHWe pa3BUTHUSI 3TOM  CTPYKTYPHI
MpeacTaBiIsieT OOt MHTepeC, T.K. 31eCh Mbl UMeeM
nelo ¢ “mopdorene3om B MuHuatiope” (Heslop-Har-
rison, 1972), IO3BOJISTIOIMM YJIOBUTh 3aKOHOMEPHO-
CTU Pa3BUTUS CTPYKTYPHI OT IPOCTOTO K CJIOXKHOMY 3a
OTHOCUTEJILHO KOPOTKUI TIPOMEXYTOK BpEMEHMU.
Kpome Toro, B xone pa3BUTHS YaCTO BBISIBJISTIOTCS Xa-
PAKTEpUCTUKH CTPYKTYP WJIU LIeJIble CJIOM CIIOPOIep-
MBI, HE 3aMETHBIC B 3pEJIbIX MbUIbLIEBBIX 36PHAX 1 CIIO-
pax (M3-3a MaccoBOrO OTJIOXKEHHUsI OuomnmoIumepa
CITOPOIIOJUIEHMHA), KOTOPbIe KpaitHe BaXKHbBI 1S (pr-
JIOTEHETUYECKUX U CUCTEMATUUECKUX BBIBOJOB. DTHU
WCCIeIoBaHUsI ObUTM HAyvaThl 3a PyOeKOM OIHOBpE-

Cokpawenusi: TIAB — T1OBEpXHOCTHO-aKTMBHOE BEILIECTBO,
CAY — cnopomnosuieHMH-akientopubie yactuiibl, CIT — cmo-
ponojieHuH, I'TIMIL — ruapoKcunmponui MeTUIILE/II0I03a,
TOM — TpaHCMUCCUHHBII 37I€KTPOHHBII MUKPOCKOIT.

MEHHO C pa3BUTUEM TPAHCMUCCUOHHOM 3JI€KTPOHHOMU
MUKpockomnuu, B cepenuHe 20 Beka (Dahl et al., 1957;
Rowley, 1963; Rowley and Flynn, 1968; Heslop-Harri-
son, 1963, 1968a, b; Heslop-Harrison and Dickinson,
1968, 1969) n 3aTeM OBUIM TIPOMOKEHBI MHOTOUMC-
JIEHHBIMM TIocJieaoBateissMu (cM. 0630p B Blackmore
et al., 2007). B Haleii ctpaHe OHTOreHeTUYecKasl I1a-
JIMHOJIOTUS ObLIa MTHULIMMPOBaHa padotamu Meiliep u
coaBTopoB (Meiiep, 1971, 1977; Meitep n bepHapn,
1970, 1973; Meyer and Yaroshevskaja, 1976; Meiiep-
MenukssH u ap., 2003), Pesnuxkosoit (1972, 1975,
1984; Reznikova and Willemse, 1980; Reznikova and
Dickinson, 1982) u CyposBoii (1981, 1985) u npomoi-
keHbl Hamu ([abapaesa, 1986a, 6, 1987a, 6, B, 1990a, 6,
1991, 1997, 2001; IabapaeBa u Xomcau, 2010; Ipuro-
pbeBa u [abapaesa, 1998, Gabarayeva, 1991, 2000 u ap.
HaIIlM aHTJIOS3BIYHBIC CTaTbM — CM. CITMCOK JINT.). B
HacTosIIIee BpeMs B Poccrit oHTOTeHe30M CITopoiep-
MBI 3aHMMAeTCsI TOJIBKO Hallla Tpymma (BKIIOYas
B.B. IpuropneBy (CI16, BUH PAH), C.B. IToneBoBy
(Mocksa, MI'Y) u f.B. Kocenko (MockBa, MI'Y),
4TO OOBSICHSIETCSI OTYACTHM OCOOOI TPYIOEeMKOCThIO
3TOTr0 METOJIa, TPEOYIOIIETro HaxXOXACHUST U 00padboT-
KU MaTepuaja Ha BCeX CTaausIX pa3BUTHUSI, 0€3 UX ITPo-
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MycKa, 4TO IIPUBOOUT K HEOOXOOUMOCTH (pUKCaAIIN
Mare€puajia B TCUHCHNEC HECKOJIbKUX JIET, UHOTJa — IC-
CITHJICTUS.

Heckonbko BaxKHBIX TPOOJIEM MOTYT OBITh PEIIICHBI
B XOJIe OHTOTCHETUYECKNX MCCIICIOBAaHMUI CIIOPOACP-
Ml Lenbio maHHo# padboThl ObIO (POPMYITHUPOBAHNE
U TIPOBEPKA €AUHOMN CUCTEMBI ITPEACTABJIEHUI O MEXa-
HU3Max AeTepMUHAIIMM MHOTOOOpa3HOro MaTTepHa
9K3UHBI, O0BEAUHSIONIEl COBPEMEHHYIO TUIIOTE3Y O
caliTax akKKyMyJISIIIMM OMOMNOJIMMEPA CHOPOITOJICHU -
Ha (TeHETUYECKUIA KOHTPOJIb) U MULICJUISIDHYIO TUIIO-
Te3y pa3BUBAIOIIEICS 9K3UHBI/9K30CTIOPUH (CaMOOp-
raHu3anusl KoyutouaoB). Kpome Toro, BaKHBIMU
MIPEACTaBISIETCS B3aMMOOTHOIIEHUS TaleTyM-(MHK-
pPO)CIIOpHI, T.€. CTEIIEHb U ME€XaHU3MBbI OCYIIECTBIIE-
HUSI CITOPO(UTHOTO KOHTPOJIS.

Tunoresa o CropomnoJiIeHUH-aKIENTOPHBIX YaCTU-
max (SAPs, wmu CAY: Rowley and Skvarla, 1993;
Gabarayeva et al., 2003), o0CHOBOI1 KOTOPHIX SIBSIOT-
cs, TMO-BUAUMOMY, (QEepMEeHThl TOJUMEpPU3AIUU
CTIOPOTIOJJICHMHA WJIM LIEHTPbl €ro HyKJiealuu
(Gabarayeva et al., 1998), a Tak:Ke MOHSITHE O peLieI-
TOPO-3aBUCHMMOM U PELETITOPO-HE3ABUCUMOM CII0-
ponosuieHuHe (Rowley and Claugher, 1991), mocTte-
MIEHHO TTOJTyYaloT B HAIIIMX UCCJICIOBAHUSIX U B UCCIe-
JloBaHMSIX Npyrux aBTropoB (Blackmore et al., 2007) Bce
OoJiblliee nToaATBepXAcHUE. JlanbHellas ee pa3padoT-
Ka BaxkHa TOTOMY, UTO pachpelesieHre pelernTopoB
OIpeesIsSieT, BUIMMO, TTATTEPH Pa3BUBAIOIIEHACS SK3U-
HbI M1 HAXOJUTCS, OYEBUAHO, MOJI KOHTPOJIEM reHOMa.
Posib reHOB B JeTepMUHALIUM U MeXaHU3Max (opMu-
POBaHMUSI CJIOXKHBIX OMOJIOTMYECKUX MAaTTEPHOB, TAKUX
KakK 9K3WHa MbUIbLIbI U CIIOP, U3YYAETCs TakKe Ha My-
TaHTax ¢ abeppalusiMU 3K3UHBI (Ariisumi et al. 2004,
2005; Ariisumi and Toriyama, 2011; Dong et al. 2005;
Nishikawa et al. 2005).

OpHako, TI0 Mepe HaKOIIeHUs (DaKTUIECKOrO Ma-
Tepvajia BO3HMKAET BCe OOJblIe MOMO3PEHUIA, 4TO
Heumo BMEIINBAETCSI B TOYHbIE U MPSIMbIE YKa3aHMS
TeHOMa, a UMEHHO — HeJIMHEMHbIE IIPOLIECChI CAMOOP-
ranuzauuu (Heslop-Harrison, 1972; IepacumoBa-Ha-
BaiuHa, 1973; Sheldon, Dickinson, 1983; Iabapaesa,
1990a; Van Uffelen, 1991; Hemsley et al., 1992;
Gabarayeva, 1993; Southworth and Jernstedt, 1995;
Wellman, 2004), KoTopble MOTYT BIMSTh Ha peajin3a-
LIMIO TeHETUYECKOM MH(MOpMAaIINK, IeJiasl ee pe3yJibTa-
Thl HETpeACKa3yeMbIMU W TIpUBOAS K TTOSIBJICHUIO
CXOIHBIX MATTEPHOB y T€HETUYECKM JaJIEKUX TaKCO-
HOB M PE3KO Pa3INYHBIX ITATTEPHOB y IeHETUYECKU
O0m3Kux BUOoB. OO0IIas uaes o TOM, YTO (pU3UKO-X1-
MHWYECKHE TIPOLIECCHl BMEIIMBAIOTCSI B (popMUpoOBa-
HYE IIaTTEPHOB XUBOI NpPUPOIbI, OblJIa BBIABMHYTA
ette cronerue Hazan (D’Arcy Thompson, 1917; 1959 —
2-e u3n.). [IpeanonoxeHue o TOM, 4TO IITUKOKATIUKC,
5Ta OCHOBA OyIylleil 3K3WHBI B TETPATHOM MEpHUOIE,
NpeACTaBIISIET COO0M CaMOOPraHMU3YIOLIYIOCST KOJUIO-
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unHyio cucremy (Iabapaesa, 1990a, Gabarayeva, 1993),
COCTBIKOBAJIOCh C TIPEATIOJOXEHUEM O KOJIJIOMIHO-
MULIEJUISIPHON MPUPOJIE CIOPOMNOJICHUHA, TTPOSIBIISI-
folieiicsa B mmocrreTpagHoM nepuonae (Hemsley et al.,
1992; Collinson et al., 1993; Hemsley and Griffiths,
2000).

B nocnenHue rogpl 1aHHBIE MO Pa3BUTHIO 000JI0-
YeK MBIIBLEBBIX 36pEH U CIHOP ObLIM IIEPECMOTPEHLI B
CBeTe Hallleil HeTaBHEl COBMECTHO THITOTE3hI O 3HA-
YUTEJIbHOM Y4aCTHH MPOLIECCOB CaMOOPTaHMU3alluU B
¢hopMUPOBaHUY CIIOKHOTO MAaTTePHA 3TOM CTPYKTYPHI
(Gabarayeva and Hemsley, 2006; Hemsley and
Gabarayeva, 2007). DTta runore3a WHTEpIpEeTUPYET
IIPOUCXOISIINE B XOAE Pa3BUTUS SK3UHBI (CITOPOITOJI-
JICHMH-CoiepKallleii YaCT! CIIOPOAEPMbI) IPOLIECCHI B
MOHATUSIX KoJutouaHo# xumuu. CrioponepMa pa3Bu-
BaeTCs B IMEPUILIa3MaTUYECKOM TPOCTPAHCTBE MMK-
POCIIOpBI, MEXAY KaJUTO3HBIM (DyTasspoM ( B TeTpaj-
HBIM IIeproA) 1 TUIa3MaTUIECKO MeMOpaHo, Kyna 1
MOCTYTAIOT BCE HEOOXOAMMBIE BEIlIECTBA MIJIsSI €€ pa3-
BUTUSI — TJIMKOIIPOTEMHBI, JIMIOIOJMCAXapuabl, a
Taxke MoHOMepbl CIT — XXupHBIe KMCIIOTHI U (PeHUII-
MIPOITAaHOUABL. BONBIIMHCTBO 3TUX BEILIECTB SIBIISIETCS
noBepxHocTo-akTuBHbIMU (ITAB, niu cypdakraHTa-
mu). Ilo Bceil BEepOSITHOCTU, XMMUYECKHII COCTaB U
KOHIICHTPALIMM 3TUX BEIIECTB KOHTPOJIMPYIOTCS TeHe-
THUYECKH, a 3aTeM IPOLIECChl CAaMOOPraHU3alINU T10/I-
XBaTbIBAIOT UHULIMATUBY. CyTbh 3TOI TUIIOTE3bI 3aK/II0-
yaeTcs B TOM, YTO BCe TTOC/IeA0BaTeIbHbIE CTaAUN pa3-
BUTHSI, HaOmogaeMble ¢ IoMolblo TOM B xoxde
¢dopMupoBaHNS 000IOYKH ITBUIBIIEBOIO 3€pHA, COOT-
BETCTBYIOT ITOCJIeIOBATEIbHBIM MULEJUISIPHBIM ME30-
dazam B kommoungHoM pactBope ITAB, camoopranmnsy-
FOLLIMXCS TIPY YBEJIMYSHU M MX KOHLIEHTpalnu: chepu-
YEeCKUM, IAIMHAPUYECKIM, reKCcaroHaJbHO
YIIAKOBAaHHBIM B CJIOM HWIMHAPUYECKUM (CpemHSIs
Me30(pasza) 1 rmiacTMHYaThIM MuliejuiaM. B aToM ciy-
yae BCe MUKPOCTPYKTYpbI, HabJtomaeMble B 3peJioi
000104Ke (rpaHy/Ibl; NaJTOYKI-KOJIYMEJUIbI; TeKCaro-
HaJIbHO YyNAaKOBaHHBIE CJIOM 3TUX ITAJIOYKOBUIHBIX
DJIEMEHTOB; OWCJIOW, pa3leJIEHHbIC ITPOMEKYTKOM)
MIPEACTABIISIIOT COOOM “3aCTBIBIIYIO UCTOPUIO” MX 00-
pa3oBaHMSI KaK MULIE/UISIPHON TMOC/Ie10BaTe/IbHOCTH,
YBEKOBEUCHHYIO XUMMWYCCKY MHEPTHBIM ITOJIUMEPOM
cnoponoyuieHnHoM (Tabapaea n Xomcim, 2010). Tia-
oTe3a IoJIydrsia MopdoJIorM4eckoe MOATBEPKICHE
B HaIlIMX JaJIbHEUIITNX UCCIETOBAHUSIX PA3BUTHS CIIO-
pormepmel (cM. ctathu T1ocie 2007 1.). Bo3aMoXHOCTD
y4acTHsI CaMOOPraHU3allMy B Pa3BUTUHU CIOP U IbLIb-
bl obcyxknanach B oo3opax Wellman (2004), Black-
more et al. (2007) u Ariizumi and Toriyama (2011).

Mulieibl — HaAMOJEKYJISIPHbIE arperatbl, 0opa-
gyroniyecs B pactBope auduiabHbiX BellecTB (ITAB)
MIpU OIpeae/IeHHBIX KOHIICHTPALMSIX ITyTeM CaMOOp-
raHu3aiuy (3HEepPreTUYeCKW BBITOTHOIO IIpOLiecca)
BCJICACTBUE TUAPOGOOHBIX B3auMoaeiicTeuil. Hamom-
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(a) K

/‘%T ‘! T'unpodunbHast cpena — HopMaIbHbIe MUIIEIUTBI

I'mnpodobHast cpena — o6paTHbIE MULIEJUIBI

CCCUUTUUUCUONNY
LLLLLLLLLLALANTY
LLLALRAR AR LAY

(H) (0)
Puc. 1. Cxema nociieoBaTeIbHbIX OCHOBHBIX (a—3) M TPAH3UTUBHBIX (M—H) MUIIEIUISIPHBIX Me30(ha3 1 OUKOHTHUHYAaIbHbIC OMIa0u-
PUHTHBIE CTPYKTYPBI (0—C), CaMOOPraHU3YIOLIKECS] B PaCTBOPE TTIOBEPXHOCTHO-aKTUBHOTO BeliecTBa (ITAB) mipu Bo3pactaHuu ero
KOHLEHTpalMU. a — OTAelbHblE MOJIeKybl [TAB, obnanatoniue runpoduibHO To0BKOM 1 rupodOOHBIM XBOCTOM (MCTUHHBIN
pacTBop); 6 — cheprudecKrie MUALIEIITBI, 00pa3yroIIecsT PU HEKOW KPUTUIECKON KOHIIEHTpauy MuliesmiooopasoBanust (KKM),
cBoeit 11t Kaxnoro [TAB; B — mumuHapriecKre MULIEUTbI (COOTBETCTBYOIIME TacdhTaM Rowley); T — cpenHsis (reKkcaroHajlbHasi) Me-
30chaza — cioii (1mokasaH (hparMeHT) TUIOTHO YITAKOBAaHHBIX IIWIMHAPUIECKUX MULIEIUL. T — TUTaCTUHYATast Me3odasa, rie oucion
cpeiHeii Me3oasbl OTIeNIeHbI APYT OT Apyra MpoCIoiKaMuy BO/bl LIMPUHO B HECKOJIBKO HaHOMeTpoB. Eciiu nucnepcuoHHast cpena —
BOIHAsI, 00pa3yloTcsl mpsiMble (HOpMaJIbHbIE) MULIEJUIHI (a, O, B, T). Ecau cpema MeHsieTcs: Ha JTUMOMWIBHYIO, MPSIMbIE MULICIUTBI
“BBIBOPAUMBAIOTCSI HAM3HAHKY” 1 00pa3yloTcst oOpaTHbIE (PeBEpCHBIE) MULIEILTHI (2, €, X, 3, ). Kpome ocHOBHBIX Me3odas, cyliie-
CTBYET MHOXECTBO TPAaH3UTUBHBIX U OUKOHTHMHYaJIbHBIX Me30(ha3, HEKOTOPbIE U3 KOTOPBIX ITOKA3aHbI HAa 9TOM pUcYyHKe. Tak, cTono-
111 chepruecKux MULIEIUT (1) SIBJISIIOTCS IIepeXOIHOM (hazoi MexXay chepruiecKUuMU U HWIMHIPUYECKUMU MULIEITITAMU, CTPUHTH (K)
TPEACTABIISTIOT COOOI LIETTOUYKU chepruIecKUX MULIEILT (TTepeXxo K (prmaMmeHTam), TIpsSiMble U 0OpaTHbIC [WIMHAPUYECKUE MUTICTUTHI
B OMOJIOTMYECKMX CUCTEMAX Yallle BCEro M30THYTHI (“JIEHUBbIE” MULIEIUIBI — JT1), YepBEOOPa3HbIe MULIEITBI COCTOSIT U3 AMCKOBUIHO-
cKaThIX chepruyecKux (M), CTOJIOIBI AMCKOBUIHBIX MULIEIT OOPa3yIOT “MOHETHBIE CTOIOUKU ™ (H), ONKOHTUHYaIbHASI HEYTIOPSIIO-
4yeHHasl (0, BBEPXY) U yIopsimodeHHas (0, BHU3Y) ¢ha3a Boma-Maciio, epruoauieckas OMKOHTHHYaTbHas cTpykTypa LLBapiia ¢ iBymst
paBHBIMU TTOnOOBbeMaMU (11), epdoprpoBaHHas ITACTUHKA (00pa3yeTcsi pa3HbIMU IMyTSIMU, HAIIPUMEP KaK YaCTHBIH CJTyvaii OTHO-
crnoitHoM cTpykTypsl LLBapia (p), ryduaTasi CTpyKTypa — YacTHBI CiTy4yait HeynopsimoueHHow cTtpykTypsl LlBapiia (¢). Haunnas co
chepryecKrx MUIICIIT U IaJiee, CUCTEMBI SIBJISTIOTCS] KOJUTOMITHBIMUA. Me3odasbl r—I1, 3—11 1 0—C Ha3bIBAIOTCS XKUIKOKPUCTAIITYEC-
cKuMH. (a—3, H—11 — dparmeHTsl Fig. 3 u3: Hemsley and Gabarayeva, 2007, Plant Syst. Evol. 263: 25—49).
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HUM OCHOBHBIE TIceBa0¢a3bl (=Me30(da3bl), BOZHUKA-
IOLlIMe B MULICJUIIPHOM CUCTeMe TTPY YCJIIOBUU BO3pac-
TaHUSI KOHIIEHTPAIUM MOBEPXHOCTHO-aKTUBHOTO Be-
mectBa (I[IAB). Kak BugHo wu3 puc. la—1g, B
ruapoWILHOM Cpee ITyTeM CaMOOpTraHU3alliy oopa-
3YIOTCSI TTOCAEA0BATENIbHO (TIPU TOCTKEHUM KPUTU-
YyecKoll KOHLIEHTpallMU MULIeJUI000pa3oBaHusi) cde-
puYecKrue MULC/UIbI, LWJINHAPUYECKUE MMIICIUIbI,
CJIOM MapaJUleJIbHBIX, IJIOTHO YIAKOBAaHHBIX IVUIMH-
JIPUYECKUX MULIEIT (CpeaHsisl Me3odasa), 1 TUIaCTUH-
yaTble MULEUIBI (neat mesophase) ¢ mpocBeTaMu
MeXKAy OMCIIOSIMU. Y TaKUX MULEIUT TUAPO(PUIbLHBIC
TOJIOBKM MOJIEKYJI HaXOMATCS Ha IOBEPXHOCTU (HOP-
MaJibHble MULIEUIbI). B rmapodobHoii cpene oopasy-
I0TCS T€ ke Me30da3bl, HO HOpMaJIbHbIE (TTPSIMbIE) MU -
LIeJIJTbI BHIBOPAUMBAIOTCSl HAM3HAHKY (puc. le—13 — 00-
paTHbIe, WJIM PEBEPCHBIC MMIICIUIbI), BBICTABIISIS
ruapo¢oOHBIE XBOCTHI MOJIEKYJT HApyXy. JIpyrue ¢op-
Mbl MUIIEJUT — TPAaH3UTUBHBIE U OMKOHTUHYaJIbHbIE
CTPYKTYpbI — MMOKa3aHbl Ha puc. lu—1c).

Tenepb HeOOXOAMMO OBLIO PACIIMPUTD KPYT U3yda-
€MBbIX OOBEKTOB, BKJIIOYMB B MCCJIEIOBAaHUE CIIOPO-
Bbl€, TOJIOCEMEHHBIE U TTOKPBITOCEMEHHBIE (Kak Oa-
3aJIbHbIE, TaK U MOJABUHYThIe). COOTBETCTBEHHO, BO3-
HUKJIAa  3aJada [pPOBECTH  OHTOICHETUYECKHE
HCCJICAIOBAaHUS CIIOPOJEPMBl M CPaBHUTEIbHBIN aHa-
JIU3 MOJIYYEHHBIX PE3YJbTaTOB psiia MarnopOTHUKOB,
TOJIOCEMEHHBIX W  TMOKPBITOCEMEHHBIX Ha  Yib-

TPacTPYKTYpPHOM YPOBHE.

ITapamnensHO ¢ MOP(MOTOrMIECKIMU CBUACTEIIh-
CTBaMU B TOJIb3Y MMUIE/UISIPHOM THUIOTE3bl OBLIO
KpaiiHe KeJlaTeJIbHO MOJIYYUTh JaHHBIE O 3KCIIepU-
MEHTAJIbHOMY MOJEIMPOBAHUIO 3SK3WMHO-IIOJTOOHBIX
narTepHoOB in vitro. CyTh TaKOTO MOJIECIUPOBAHUS 3a-
KJIIO4Ya€TCs1 B TOM, ‘lTO6bI, CHSB BJIMSIHHUE I'€HETU4YEC-
CKMX MPOLIECCOB U 3a/laB BMECTO HETr0 COCTaB U KOH-
LEHTpALMY WHIPEIUSHTOB, OJM3KMX K IIPUPOIHBIM,
MOJYYUTh B XOHIE IIPOCTOrO (PU3UKO-XMMUIECKOTO
Mpoliecca CaMOOpraHU3aliy CTPYKTYPhbI, TOXOXKUE Ha
ouosornyeckue. Takoro poaa pe3y/asraT ObLT Obl HaK-
OoJiee yOenuTeIbHBIM CBUIIETEILCTBOM B IIOJIb3Y Ha-
III€ii TUTIOTE3bI, 1 TT0Ka3a Obl COOTHOIIIEHUE POJIM I'e-
HOMAa U MPOLIECCOB CaMOOPTraHU3alM B JIeTepMUHA-
UM MUKPOAPXUTEKTOHUKU BK3WHBLI, 4YTO MbI U
ObITaeMCsl BBISICHUTBH. OTIBITHI 110 MOISIMPOBAHUIO
3peJIoli, CIOPOIIOJUICHMHOBOM 3K3WHBI, C IIPUMEHE-
auem a"asora CIT — momctrupeHa — ObIIM TIPEITpr-
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HaTel XoMmcau u ero rpymmnoi (Hemsley et al., 1996,
1998, 2000, 2003; Griffiths and Hemsley 2001; Moore
et al. 2009). OgHako Haleil 3agadyeii ObIJIO CMOJIEITH -
poBaTh in Vitro MaTTEPHbI, COOTBETCTBYIOIINUE MOJIO-
JBIM CTaJIUSIM Pa3BUTHS SK3UHBI, TJIABHBIM 00pa3oM —
TETPaaHbBIM CTAAUSIM: TIMKOKAIUKCY U IIPUMIK3UHE.
Euie ongHa, ocHoBaHHAs Ha HAGIIOACHUSIX TUITOTE-
3a (Rowley and Morbelli, 2009) o cyiiecTBoBaHUU
CBSI3YIOIINX CTPYKTYP — (DUJIaMEHTOB MEXIy KJIeTKa-
MU TarieTyMa u (Mera)cropamMu — CTPYKTYp, KOTOpbIe
MIPEICTABISIIOT CO00M SKBHBAJICHTHI IUIA3MOIECM —
TpeOyeT MOATBEPKIACHMS. DTH CBI3YIONINe PUIaMeH-
Thl ObLTM OOHAPYKEHBI BHILICYTTOMSIHYTHIMU aBTOpa-
MU MEXIy KJIEeTKaMU MEracrop M TameTyMoMm y Se-
laginella argentea n MexX 1y TAMETYMOM Y MUKpPOCIIOpa-
mu y Betula pendula. Takas mpsiMasi CBSI3b MEXIY
Mera/MUKPOCTIOpaMM U TIMTAIOIIMMU UX TareTalbHbI-
MU KJIETKaMU1 aKLIEeHTUPYET POJib CIOPOMDUTHOTO KOH-
TPOJIsi, ¥ TIO3TOMY Ba*KHO BBISSBUTH PAaCIpPOCTpPaHEH-
HOCTb 3TOTO SIBIICHUSI B IPYTYX IPYIIIaxX pacTeHUIA.

PAMKH OB30OPA

B nanHOM 00630pe U3 HAIlIMX COOCTBEHHBIX MCCIIe-
JIOBaHWI Mbl OCTAHABIIMBaeMcCsI TJIaBHBIM 00pa3oM Ha
pe3yabrarax MocJIeAHUX 3-X JIET, BKIIFOYAIOIINX N3yJe-
HUE pa3BUTUSI 00OJOUYKH MBUIBLIEBBIX 3€peH 5-TU BU-
JIOB, XOT4 ¢ 1986 roma HaMu GbUT KCCIENOBAH OHTOTE-
He3 CITOpOoAePMHI ellie 23-X BUIOB U3 OTHAIEHHBIX TaK-
coHoB. Cpazy ciemyeT MOTYESPKHYTb, UTO BHIBOIHI,
cleaHHbIE TI0 U3YYEHUIO Pa3BUTHUSI OOOJOUKM raMe-
To(UTa 3TUX MOCIETHUX 5-TU BUIOB, B paBHOII cTeTe-
HU CIIpaBeIJIMBEI U JUIST BCEX TIPEAbIAYIINX, HAIIPUMeEp
nnst Nymphaea colorata (Gabarayeva and Rowley,
1994), Nymphaea mexicana (Gabarayeva and El-
Ghazaly, 1997), Stangeria eriopus (Gabarayeva and
Grigorjeva, 2002), Cabomba aquatica (Gabarayeva
etal. 2003), Trevesia burckii (Gabarayeva et al.,
2009a,b), Chamaedorea microspadix (Gabarayeva and
Grigorjeva, 2010), Persea americana (Gabarayeva et al.,
2010) u o1 apyrux BUIOB.

J1J1st HegaBHETO UCCIeTOBaHMS ObLTY BIOpAHbI: TO-
MOCITOPOBBIiA JIENITOCHOPAHTMATHBINA MAalOPOTHUK Al-
sophila setosa n3 cem. Cyatheaceae (ucciemoBaHUeE
MPOBOAUIOCH BMECTE C aPTeHTUHCKUM y4eHbIM [OH-
3aj10 Mapkecom Ha 6a3e boraHMYeCcKOro MHCTUTYTa
M. B.JI. Komaposa, Cank-IlerepOypr), rojocemMeH-

Puc. 2. TerpagHblii nepro pa3BUTUSI CIIOpoAepMEl y Alsophila setosa (a—n) n ero uHTepriperanus (a'—xn'). a — [paHuIa MeX Iy
JBYMSI TeTpacropaMu TeTpazbl. [1osiBIeHrE TOHKOTO 3JIEKTPOHHO-TUIOTHOTO CJ10sT (20406KU CMpeaoK) B TIEpUTLIa3MaTUYeCKOM
MPOCTPAHCTBE, 3arloJJHEHHOM (UOpUIUISIpHON cyOcTaHuueil. 6 — MHUIManbHbIN CJIol criopofepMbl MpeICTaBisieT coooi
TOHKYIO CUHYCOUIAJIbHYIO 000JI0YKY (cmpenku), CBI3aHHYIO ¢ (GUOPHILISIPHBIM clloeM (36e30ouka). B — 2KMAKOCTb CIIOPaHT U
MEXIy TeTpacropaMu 3arojiHeHa CKOTJIEHUSIMU Pa3IMUHOMN (hOPMBI: TPEXCIOMHBIMU JIaMeJIJIaMU (2041068Ka cmpeaku), OCMUO-
(UABbHBIMU KaTUISIMU (36€300uKuU) U TTy3bIpbKaMU (cmpeaka) — TAMTWYHBIMU MULISJUISIPHBIMU JIeMEHTaMU. T — [paHu1ia Mexay
IBYMsI TeTpacrnopaMu (IpoKCHUMalibHasi CTOpoHa). MHOXeCTBO chepuueCcKUX eIUMHUIL BUAHBI B IIPOMEXYTKE MEXIy HUMU
(36e30ouka). 1 — Ha TOBEpXHOCTM MHULIMATIBHOTO CJIOS CITOPOIEPMbI BUIHBI INIMHHBIE (GUOPUILTHI (36e3douka). CripaBa rmoka-
3aHbl TUTTHI MULIEJUT, Y9aCTBYIOIINX B pa3BUTUU. O603HaueHus: Ta — TalleTyM, TC — TeTpacriopa, OB — puOpuIIsspHOE BEIIECTBO.
MacmrabHbie tuHeiiku: a=2 p, 6 =0.5 p, B—1 = 0.3 u (bparmentst Fig. 11 u3: Gabarayeva et al., 2011, Grana, 50 (4): 235—262.

OHTOI'EHE3 TomM 45 Ned4 2014



POJIb TEHETMYECKOI'O KOHTPOJIA 1 CAMOOPITAHU3ALIUN 223

OHTOT'EHE3 TomM 45 Ne4 2014



224 TABAPAEBA

OHTOT'EHE3 Tom 45 Ne4 2014



POJIb TEHETUYECKOI'O KOHTPOJIA U CAMOOPIAHU3ALINHA 225

Puc. 3. PazButue sx3unbl y Juniperus communis (a—e) 1 ero uHteprperanus (a'—e'). a — PanHss TeTpagHast Mukpocriopa. [lep-
BbI€ JIEMEHTBI Oyaylleil 9K3UHbI — chepruiuecKue eqUHULbI (vepHble 20106KU cmpenok). HeKoTopble U3 HUX BHICTPaUBAIOTCS B
KOJIOHKU (6enble 20106Ku cmpenok). 6 — Mononast Mukpocrnopa. BuaHbl paguaibHO OpYEHTUPOBaHHbBIE MTATOUKOBUIHbBIC €I~
HUIIHI (eon06Kxu cmpenok). B — CpenHsis TeTpanHas cranusi. Ceprueckue eqMHUIIBI TIPUMAK3UHBI aKKYMYJIUPYIOT CTIOPOTIOJN -
JICHUH (4epHbie 20106KuU cmpenok). Ha Hapy>KHOI TOBEPXHOCTH T1azMaieMMbl hopMUpyeTCs TepBasi JaMelia SHAIK3UHEI (Oe-
able 20406KU cmpenok). OT MOBEPXHOCTU TETPaabl OTXOAIT DuiaMeHThl (cmpeaka). T — [103MHSISI TeTpagHas cTaausi, Kauio3a
YacTUYHO 3 TMMUHMpoBaHa. OGpa3oBanach repBas JaMelijla SHIAIK3UHbBI C TUMTUYHON LIEHTPaIbHOM Oesol IMHUEH (cmpeaku).
Ha noBepxHocTi MUKpOCTIOp — (DuiaMeHThI (eo108ku cmpenok). 1 — Pacnanaoiiasics Tetpaaa. BunHbl 1BOMHOI cJ10i1 rpaHyIl,
COCTaBJISTIOIINIA DKTIK3MHY, U IBE JJaMeJUTbl SHIRK3UHBI (cmpeaku). PagnanbHo pacxoasinuecs: huaaMeHTbl Ha TOBEPXHOCTHU
MUKPOCIIOPHI (20206KU cmpenok). e — Moionast cBoboaHast MuKpocriopa. KanosHast o6osiouka nucuessna. DKTIK3MHA COCTOUT
U3 HAPY>KHOTO CJI0s TPaHyJI U BHYTPEHHETO CETYATOrO CJIOs, & 9HAIK3UHA — U3 HECKOJIBKUX JIAMEJLJT C LIEHTPAJIbHBIMU OeTbIMU
JMHUSAMHU (cmpeaka). DunaMeHThI Ha MTOBEPXHOCTH MUKPOCTIOPHI (20106Ku cmpenok ). CripaBa IMoKa3aHbl TUTTBI MULISILT, y4acT-
BYIOLIMX B pa3BUTUU. O003HAUeHUs: T — TIMKOKAJIMKC, 1 — IMKTUOCOMA, K — Kajulo3a, MC — IUTOIJIa3Ma MUKPOCTIOPBI, JIT —
JIMTTAIHAS [J100YyJ1a, OM — 000J10UKa MAaTEePUHCKOM KJIETKH, TIJT — IJIa3MaieMMa, 9KT — 9KTIK3MHA, 9HA — SHIIK3MHA, 9p — dH-
Jor1a3MaTU4YecKuit peTukyiayM. MacmtabHeie tuHeliku: a—e = 0.5 p (pparmenTst Plates 1V,3; VI, 2, 5; VIII, 2; X, 5; X1I, 3 u3:

Gabarayeva et al. — Rev. Palaeobot. Palynol., in press).

Hoe Juniperus communis L. (Cupressaceae), apxandyHoe
nokpbiTocemeHHoe Magnolia sieboldii (Magnoliaceae),
MOJBUHYTHIE TIOKPBITOCEMEHHbBIE Symphytum officinale
(Boraginaceae) u Passiflora racemosa (Passifloraceae).
WUcnonp30Bajicss TpaguIIMOHHBIN MeTon (QUKcalluu
st TOM (moapoOHO B CTaThsIX 110 9TUM BUAAM — CM.
CICOK JIMTEPaTypPHhl).

J11s MomeTMpoBaHUS SK3MHO-TTIOTOOHBIX CTPYKTYP
in vitro ObUIM BBIOpAHBI BEIIECTBA, OJIM3KKE K IIPUPOI-
HBIM. BMeCTO MIMKOIIpOTEeMHOB MIMKOKAaIMKCa (TOY-
HBI COCTaB KOTOPBIX HEU3BECTCH) ObUIM BbIOPAHbBI
IJIMKONPOTENMH XOHAPOUTHUH (BELISCTBO KMBOTHOIO
MIPOMCXOXIEHUSI) U CAllOHUH (TJIMKOIIPOTEUH pacTu-
TEJILHOTO MPOMCXOXKAeHs). B KauecTBe 3amecTuTes
KaJJIO3bI OBLIM UCIIOJIb30BaHbI APYTHe MO CaXapyuIbl
— arap, KeJIaTUH, arapoBO-XXEJIaTUHOBHIM KO-T€JIb
(cMech arapa ¥ xXeJlaTUHA B pa3IMYHBIX IIPOITOPIIMSIX,
HoJy4YeHHass IpU ONpeAccHHBIX TeMIlepaTypax u
ocaxXJIeHHasl 3aTeM MPU KOMHATHOI TeMrepaType) U
TUApOKCUIIpornui Metuianesnono3a (I'TIMII). B ka-
YecTBe 3aMEHUTENsT ogHoro m3 moHomepoB CIT —
KUPHBIX KUCJIOT — OBIIM B3SITHI OMera-3 >KMpHBIE
KMCJIOTBL ¥ COeBOe Macio. JIJis1 Havasia IoJIyJdain Ym-
CThbI€ T'eJIM 1 KO-TEeJIN arap-KeJJaTuH HECKOJIbKIX KOH-
HeHTpauuii mo merony Kiapka u coaBropoB (Clark et
al., 1983), 4ToOBI TTOCMOTPETh UX YIBTPACTPYKTYPY B
TOM. 3arem mnoJiydaau 0oJjiee CJIOXHBIE CMECU ITUX
rejei u cyp¢akTaHTOB, II€PEUYMCIICHHBIX BHIIIIE, B pa3-
JIMYHBIX KOMOMHALIVSIX M KOHLICHTPALIMSIX, 1 OCTaBIISI-
JIM CMECH B ITOKO€ IUIST IIPOXOXKACHUS IIPOLIECCOB ca-
MoopraHm3auuu (KoHgeHcauuu). M3 TOHKUX CI0eB
TEPMAJIbHO-OCAXIEHHBIX TI'eJIE, KO-TeJIe U cMecei
rejieii 1 cyp(akTaHTOB, OCTY;KEHHBIX 1O KOMHATHOM
TeMIepaTyphl B MaJIbIX yaikax IleTpu, Bbipe3aiu Ma-
JIEHbKHE OJIOKM (CO CTOPOHOM KyOHKa OKOJIO 2—3 MM)
1 (PUKCUPOBAJIN B IIyTapOBOM aJIbIETUIIE, KaK yKa3a-
HO BHIIIIE IS X)KMUBOTO MaTepHraia ¢ TOi pa3HULIeH, YTO
B IJIyTapOBBIM aibAerun no0aBisuii 1% TaHUHOBOM
kuciotsl. [locie neruapatauuu B CEpyUM CIIUPTOB Ma-
Tepyal MPOBOJIWIIM Yepe3 CEPUI0 CMeceil apaliauTa 1
SII0HA C aleTOHOM M 3aKJIloYyaJii B 3IOH-apaJiauT.
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VABTpaToOHKUE Cpe3bl KOHTPACTUPOBAIN KaK OOBIYHO
(cMm. mogpo6Ho B Gabarayeva and Grigorjeva, 2013).

TTonyyeHHble HAMU Pe3yJIbTaThl OBUIH TTPOaHAJIH -
supoBaHbl (Gabarayeva et al., 2011a, b; Gabarayeva
and Grigorjeva, 2012; Gabarayeva et al., 2013a, b) B
CBeTe Hallleil MUIeIUIsIpHOi rumnote3bl (Gabarayeva
and Hemsley, 2006; Hemsley and Gabarayeva, 2007), u
Terepb TpeOyIoT 00001IeHUsI. BaxkHbIM 00CTOSITEb-
CTBOM SIBJISIETCSI TO, YTO Y IIMKOIMPOTEUHBI, 1 SKUPHBIS
KHUCJIOThI 007amaloT AUMUIBHBIMU MOJIEKYJIaMU, C
ruapoduabHON U rTnaApodOOHON JacTIMH, a 3HAYUT
CITOCOOHBI K 00pa30BaHUIO O0COOOI0 THIMA KOJUIOWI-
HBIX CUCTEM — MMLIEJL.

KPATKWH OB30P MOJYYEHHbBIX
PE3VIJIBTATOB 11 X AHAJIN3

B navane TerpamHoro mepuona y Alsophila setosa
MOSIBJISIETCSI TOHKUU  3JIEKTPOHHO-IUIOTHBIM  CJIOU
(puc. 2a, e0106Ku cmpenok) B IIepPUILIA3MATUIECKOM
TMPOCTPAHCTBE, 3aloJHEHHOM (GUOPWIISIPHON CyO-
craHuMeil. HeckolbKo T03e WHUIMAIBHBIN CIIOM
CMOpoJAepMbl (IUCTaIbHAS CTOPOHA) IMpeaCTaBIIsieT
c000i1 TOHKYIO CUHYCOMAAIbHYIO 000JI0UKY (puc. 20,
cmpeaku), CBI3aHHYIO ¢ (PUOPWILISIPHBIM CI0eM (puc.
20, 36e3douka). ZKMIKOCTh, 3arOJHSIONIAsI TOJIOCTh
CTIOPAHTHSI MEXAY TeTpaclopaMu, COAEPXKUT CKOILIe-
HUS pa3IndHOi (popMbI (pHUC. 2B): TPEXCIOMHBIMU JIa-
MeJutamu (eonoeka cmpenki), chepruiecKMMM KarIsaMUu
U (36e3004Ku) U TTy3bIpbKaMU (cmpeaka) — TAITUIHBIMU
MULIC/UISIDHBIMU  3JleMeHTaMu. Ha rpaHulie Mexmy
JIByMsI TeTpacropamu (ITpoKCcUMasibHasi CTOpOHa) Ha-
OII0MaeTCI MHOXKECTBO ChEepUISCKUX OCMUOMIIIb-
HBIX eauHUll (puc. 21, 36e3004Ka), TOrda KaK Ha IO-
BEPXHOCTH MHULIMAJIBHOTO CJIOSI CIIOPOASPMBI K KOH-
1y TETpaJHOro Mepuoaa BUAHBI JJIMHHbIE (DMOPUILIBI
(puc. 2nm, 36e3douxa). IlokazaHHbBIE B MpaBOil 4acTU
puc. 2 MULIeJUIIpHBIE Me30(da3bl, KOTOPbIE COOTBET-
CTBYIOT HaOJIFOMaeMbIM CTPYKTypaM, TO3BOJISIIOT 3a-
KJIIOUMUTh, YTO Y 3TOTO BUIa MpeodiagamiuumMu ¢Gop-
MaMM MMIEI KaK OCHOBBI JIsi (popMUpOBaHUS Ha
HUX CTPYKTYP UHUIIMATIBHBIX CJIOEB CIIOPOJAEPMBI SIB-
JISIIOTCSI TTaCTUHYAThle MULIEJITBI U pruOpriuibl (prd-
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PWUIBbI, WX (UIaMEHTbl — JIJIWHHBIC LIJIMHIPUYE-
CKM€ MULIEJUIBI, Y KOTOPBIX IJIMHA HAMHOTO IIPEBOCX0-
IUT IMaMeTp, WIKN IlepexoaHast Me3odasza K HUM 10T
Ha3BaHMEM “CTPUHIU’’, COCTOSIIME U3 LIeNoYeK cde-
PUYECKMX MULIECJUT — puc. 1K), a BellecTBa, HaxoIs-
mecsd B TIOJOCTH CIOpPAaHTHsS, 00pa3yloT cdepude-
CKMe, TPEXCJIOMHBIE JaMeJUIbl M ITy3bIpbKM (ITOJIbIe
cdepnl Ha puc. 2B).

[1pu pazBuTnu 5K3UHB1 Y Juniperus communis (puc. 3),
MEXIy TOJICTOM KaJUIO3HOI 000JI0YKOU TeTpadbl U
TUIa3MajeMMOIl MUKPOCTIOp, B TepUILIa3MaTU4eCKOMN
IMPOCTPAHCTBE B HAPYKHOM YacTH TJIMKOKJIMKCA Ha-
yuHaeTcd (popMHUpoBaHNe TIPUMAIK3UHLI. Ee mepBhie
3JIEMEHTBI — cheprIecKre eTUHULIBI (pUC. 3a, 201068KU
cmpenok), SIBJISIIOTCS, TI0 BCE BepOSITHOCTU, CchepU-
YyecKUMM MUlie/iaMu. Bo BHyTpeHHei yacTy IJIMKO-
Kammkca (popMupyeTcsl cienyiomniasi Me3odasza — -
JIMHIpUYEeCKe MULEUIb (puc. 3a, Oeabvle 20408KU
cmpenok, 30, eonoexku cmpenok). Ha cpenHeit TeTpan-
HOI CTaauu, Ha TPaHUILIE C KAJIJI030i MOCTENeHHO 00-
pa3yeTcst MOHOCIOM 13 chepruIeCKUX eaUHULL (puc. 3B,
YepHble 204106KU CMPEAOK), KOTOPbIE TIOCTETIEHHO aK-
kymynmpyiot CI1. Y Hapy:KHOiT TOBEpXHOCTH TTJIa3Ma-
JleMMBbI (hOPMHUPYETCST TIepBas JaMeslla SHIIK3UHBI
(puc. 3B, beavbie 20106KU cmpenok) Ha OCHOBE TIJIACTHUH -
yaroii Munesuibl. OT MOBEPXHOCTU TETPaAbl, TIOKPHI-
TOI 000I0YKOI MaTepUHCKOM KJIETKH, OTXOIST (pujia-
MeHTHI (puc. 3B, cmpeaka). Ha mo3gHeir TerpamHoi
cTaguy, KOrla Kauio3a YacTMYHO 3JIMMHMHHUPOBaHA,
BUIHA MepBasi jaMesia SHIIK3UHbI C €€ TUITUYHOM
LIEHTpaJIbHOU Oestoil muHuen (puc. 3r, cmpeaku). Ha
ITOBEPXHOCTU MUKPOCTIOP TYCTO PACIIOIOKEHBI Duta-
MEHTHI (puc. 31, eon06xu cmpenok). B pacmamaromieiics
TETPAAE BUACH IBOMHOM CJIOM I'PaHyJl, COCTABJISIIOLIAA
9KTIK3UHY, U ABE JaMeJUIbl SHIARK3UHBI (puc. 31,
cmpeaku). PanuanbHO pacxonsiiyecs TSDKM Ha Mo-
BEPXHOCTH MUKPOCTIOPHI MMEIOT 3HAYUTEIILHYIO TOJ-
IMHY (TaM, Tae cpe3 IIPpOoIIea Yepe3 LeHTp TsoKa). Ha
CTaJuy MOJIOMIOI CBOGOIHO MUKPOCITOPHI KAJIJIO3HAST
000JI0UKa MCYE3aeT, U IKTIK3MHA COCTOUT M3 HapyX-
HOTO CJIOSI CITOPOIOJIJISHUHOBBIX IPaHyJl U BHYTPEH-
HETO CeTYaToro CJIOsS, a SHIPK3WHA — U3 HECKOJIBKIX
JaMeJUl C LeHTpaJbHOU Oenoii nmHMeil (puc. 3e,
cmpenxa). PuaMeHThbl Ha TOBEPXHOCTU MUKPOCIIOPBI
coxpaHstiorcs (puc. 3e, eonoeku cmpenokx). Dt puna-
MEHTBI, COeIMHSIIOIIE MUKPOCIIOPBI IPYT C IPYTOM U
C TarmeTaJTbHBIMU KJIIETKAMHU, SIBJISTIOT COOO0I OYeHb MH-
TepecHBI (peHOMEH, ONMMCaHHBINA paHee IS Mera-
CIOP B MEracIiopaHTUsIX TeTepOoCOPOBOTro MayHa Se-
laginella argentea (Rowley and Morbelli, 2009), roe Bce
BHYTpPEHHEe MTPOCTPAHCTBO MeTacropaHTusl OyKBasib-
HO 3amoJHEHO 3TUMU TsLKaMu (Wicks, Kak Ha3bIBalOT
X aBTOpPHI). B 3T011 2ke paboTe coeMMHUTEILHBIC TSKI
MEXIy MUKPOCTIOpaMU 1 TaIleTYMOM TTOKa3aHbI C 0~
moiubio COM y Betula pendula, onHnako TOM ux He
BBISIBJISIET. ABTOPBI CUUTAIOT, UTO TaKasi IIpsiMasi CUCTe-
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Ma TpaHCHopTa NMUTATeJIbHbIX BELIECTB U3 TalleTyMa B
CIOopbl/ MUKPOCIIOpHI Haubosee apdeKTUBHA, U 4TO
9TU COCOWHUTENbHBIE TSKW TIPEACTABISIIOT COOOM
aHaJIoT M1a3MOJIECM, 1 UTO OHU, BEPOSITHO, XapaKTep-
HBbI JUI51 LIMPOKOTO creKTpa BuaoB. Hanbonee nssect-
HBIMM COEIMHUTEbHBIMU TSXKaMU MEXTY MUKPOCTIO-
paMu ¥ TameTyMOM SIBJISIIOTCSI BUCILIMHOBBIE HUTH,
onucaHHble Wisi Onagraceae u Ericaceae (Hesse,
1984), KoTophble, OAHAKO, SIBJISIIOTCSI CLIOPOMNOJUIEHU-
HOBBIMU 00pa30BaHUSIMU U PE3UCTEHTHBI K alleTOJIU -
3y — B OTJIMYME OT TsoKer y Juniperus. OqHaKo y BUTOB
W3 APYTUX IPYIII COEAMHUTEbHBIE TSKU TTOKa3aHbl He
ObUIM, YTO JieJlaeT HalllU TaHHbIe 10 Juniperus Becbma
LHEHHbIMU. BO3MOXHO, TakoW THUM COEAMHUTEIbHBIX
TSDKEUW MEXXIy CIfopaMu,/MUKPOCITIOPaMU U TarleTYMOM
XapaKTepeH JIMIIb 11 OTPAaHUYEHHOTO Kpyra pacre-
HU; 1711 OKOHYATEJIbHOTO 3aKJIIOUeHUs] TpeOyIloTCs
JIOTIOJIHUTEJIbHBIE JaHHble. OTHOCUTENBHO UX (DYHK-
1LIMU MOXHO MPENNOJIOXUTb, YTO Yepe3 3TU TIXKU U3
TarieTyMa B MUKPOCIIOPHI TIEPENaloTCsl MUTATEIbHbIE
BELIECTBa, MPEAIIECTBeHHUKN CIIOPOMNOJIEeHUHA WU
JIpYyrye CTPOUTEbHbIE BEIIECTBA.

W3 puc. 3 (mpaBast cTOpoHAa) BUAHO, YTO COOTBET-
CTBYIOIIIME HAOIIOAAEMbBIM CTPYKTYpaM MULIEJIISIPHbIE
Me30(asbl SIBISTIOTCS TUMTMYHBIMU TTOCIeI0BaTETbHbI-
MU CaMOOPTraHU3YIOLIMMUCS Me30hazaMu MULIEIUISIP-
HOI CUCTEMbl, MEHSIOIIIEHCs ¢ BO3pacTaHUEM KOH-
neHTpauny Bxondamux B Hee ITAB. Habmonaembie ¢
romolibio TOM CTpyKTyphl ¢ KOHIIA TETPATHOTO Te-
puona TIpeACTaBJIsSIIOT cO0Oi, MO BCell BEPOSITHOCTH,
3TU TUIIbI MULIEJIT MOC/Ie aKKyMYJISILIMM Ha HUX OUO-
nomamepa CIT.

PazButne sk3unbl y Magnolia sieboldii (cneBa) u
ero MHTeprpeTalys (Crpana) mokasaHbl Ha puc. 4 Ha
CTaguM MOJIOIOM TeTpaabl MEXMy IJIa3MaTU4YeCKOM
MeMOpaHOl 1 CJI0eM Kasulo3bl IOSIBJISIOTCSI TIepBbIe
chepryeckre eqUMHULIBI INIMKOKaIuKca (puc. 4a, eo-
A08KU CMPEeNoK), COOTBETCTBYIOLIME ChepruIecKuM
MuliesuiaM. Ha cpenHeit TeTpagHoit ctanuu CjIou riv-
KOKaJIMKCa XOPOIIIO Pa3BUT U COCTOUT U3 paauaIbHO
HaTpaBJIEHHBIX CTOJIOLIOB ChepUIeCKUX eIUHUII-MU-
e (puc. 40, cmpenku — TpaH3UTUBHAs Me3odaza —
CM. TaKkXe puc. 11), HEKOTOpbIE U3 HUX YXKe 00bear-
HEHBI B CTOJIOUKU — LHUJIUMHAPUYECKUE MULIECUIbI. Ta-
KM€ K€ BBICTPOCHHBIE B CTOJIOLIBI ChepUIecKre eIu-
HUILBI HAOIIOAAIOTCS HAa 3TOM CTAAWUU U Y IPYTUX BU-
noB, Harpumep y Chamaedorea  microspadix
(Gabarayeva and Grigorjeva, 2010). Ha no3gHeii TeT-
pagHoO cTaauu, MOCjie TMEePBUYHON aKKyMYJISILIUU
CIOPOMNOJIEHWHA Ha 3JIeMEeHTaX TTIMKOKAaJINKca, (pop-
MUPYIOTCS TOHKHE KOJIYMEJUIbI, €Ille COXPaHSIOIIe
OYepTaHUST TMOJYCIMBIIUXCS C(HEPUIYECKUX EIUHMIL
(puc. 4B, econoeku cmpenok), U TEKTyM (cmpeaxu)
npuMaK3UHEIL. [Tocse BEICBOOOXIEHUSI MUKPOCIIOP U3
TeTpag U MacCOBOI aKKyMYJISILIUSI CITOPOITOJIJICHUHA
TaneTaJbHOTO MPOUCXOXKICHUST TPOUCXOIUT CUITBHOE

OHTOTI'EHE3 Ne 4

TOM 45 2014



POJIb TEHETMYECKOI'O KOHTPOJIA 1 CAMOOPITAHU3ALIUN 227

'+ TameTaabHbIA
CI1

Puc. 4. PazBurue ak3uHbl y Magnolia sieboldii (a—r) v ero unteprnipetauus (a'—r'). a — Monoaas terpana. [Tosisisitorcst mepBble cepu-
YecKUe eANHULIBI ITIMKOKAMK A (201068Kku cmpenok). 6 — Cpennsis TeTpanHas cranusi. Cioii NMKOKaIMKCA COCTOUT U3 PaaualIbHO Ha-
TpaBJIEHHBIX CTOJIONOB cheprieckux equHuLl (cmpeaku). B — [o3mHsist TeTpanHast ctanust. [Tocie mepBUYHOM aKKyMYJISILIMA CTIOPO-
MoJuteHUHA (POPMUPYIOTCSI TOHKHE KOJTYMEIUTbI (20106KU CMpeaok) U TEKTYM (cmpeaku) TIPUMAK3UHBL. T — Mosoaast CBOOOIHAsI MUK-
pocriopa. MaccoBast akKKyMYJISILIMSI CLIOPOTIOJICHUHA TTPUBOIUT K CMJIBHOMY YTOJIIIIEHMIO TeKTyMa 1 Koimymesul. [losiisiercst nepBast
JTaMeJiIa SHIPK3UHEI C e¢ IIEHTPATLHOU Oetolt IMHKEH (6eras 20106Ka cmpeki), Ha Hapy>KHOU ITOBEPXHOCTH KOTOPOi (hopMupyeTcst
MOJCTUIAIONIMIA CIIOM 3KTIK3UHBI. OOpa3yeTcst Bropasl Jlamesula SHAK3UHBI (vepHas eonoéka cmpenku). MUKpPOKaHa B TEKTyMe 000-
3Ha4YeH 36e3004Koti. CripaBa IMOKazaHbl TUTbI MMLIEJLT, y4aCTBYIOIIMX B pa3BUTHU. O003HaAeHUs: K —KAJLI03a, KO — KOJIyMeJula, MC — 11~
TOIUIa3Ma MUKPOCIIOPBI, MX — MUTOXOHJIPHSI, TUT — TUIa3MaIeMMa, TIC — MOACTUIAIONINNI CIIOi, T — TeKTyM. MaciiTaGHbIe TUHEUKH:
a—r = 0.5 u (bparmenTs Figs. 2H, 3C, 8C, 9E u3: Gabarayeva & Grigorjeva, Grana, 2012, 51: 119—147).
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Puc. 5. Pazsutue 3xk3unwl y Passiflora racemosa (a—n) u ero unteprnperauus (a'—ni'). a — Pannasas rerpagHast cragusi. OcMuo-
bWIbHBIE TJI00YIIBI Ha TOBEPXHOCTH TIJIa3MaJIeMMBI (20406ku cmpenok). 6 — Ctamust MOJIOIBIX TeTpaa. MUKpodIaMeHThI 1K~
TockeseTa (cmpeaxu) TSHYT TIa3MajieMMy BHYTPb, MOSIBJISIIOTCSI MHBarMHalMy. B — B MHBarmHaiusx rjia3MaaeMMBbl TTOSIBJISI-
eTCs TIIMKOKAJIMKC B BUIe ChepUIeCKUX eAUHULL (20406KU cmpenok). T1 — CpenHsisi TeTpaaHas ctaausi. IHBarmHaimuy ruraama-
JIEMMBbI PaCUIMPSIIOTCSI, €AVMHUIbBI [NIMKOKAJIUKCA CTAHOBSITCS IMAJIOYKOBUIHBIMU (20408KU cmpeaok). T2 — 3alloXeHue
KOJIyMEJIJT Ha OCHOBE LIMJIMHAPUYECKUX MULIEJUT, Ha TTIOBEPXHOCTU KOTOPBIX 3aMETHbI BUTKU CIIMpajeil (BCTpEeUHbIE TOJTOBKU
crpesiok). 1 — [losiBjieHre BTOPOro CJ10s1 NIMKOKAIMKCa, B KOTOPOM 3aKJIaAbIBAIOTCSI aTEKTaTHbBIE MPOKOJIYMEJLIbI C IPOCBETOM
BHYTpU (cmpenka). X — TeKTaTHbIE KOJTYMEJUIbI TTOSIBJISIIOTCS B POMEXKYTKaX MEXIY “JMH3aMUu” INIMKOKanukca-1 (cmpeaka).
3 — Hauano cBoGoaHocnopoBoro neproa. [1osiBIsIiOTCsI iepBbIe JTaMeTbl SHIK3UHbI (cmpeaku) U HaKarTuBaIoT CIIOPOIIOJ-
JICHWH, OCOOEHHO Mo/ KoJyMesulaMu (eon06ku cmpenok). 1 — CpenHsisi cBoOonHocnopoBasi ctanusi. KoBHyTpu oT namesut
SHIRK3UHBI (20108KU cmpenoK) TIOSIBIISIETCSI Ty04aThlil C10i (IC) — BTOPOM CJIOM SHAK3MHBI, BOSHUKAIOIINIA HA OCHOBE KU1~
KO-KPUCTAJUIMYECKOW OMKOHTUHYAJIbHOW HEYMOPSAOYEeHHON CTPYKTYpbl (1'"). Bempeunvie cmpeaku TIOKa3bIBalOT 00J1acTh
9HAK3UHBI. K — [To3aHss1 cBoOGogHOCTIOpOBast cTaausi. JlaMesibl 9HIPK3MHBI aKKYMYJIUMPYIOT CITIOPOTIOJUIEHUH (besble cmpen-
Kxu). B anepTypHBIX paiioHax MOSIBJISIIOTCSI 6a3abHbIe TPAHYJIbl — TPETUI CJION SHIIK3UHBI (20106KU cmpenok). 1 — 3aBepliie-
Hue GopMUPOBaHUS SK3UHBI: 00pa30BaHKE JIAMEJUISITHBIX 0a3aJIbHBbIX OTJIOKEHUI B MeXarepTypHbBIX pailoHaX MUKPOCTIOPHI
(benvte eonosxu cmpenok). CripaBa TTOKa3aHbI TUTTBI MUTICIUT, YYaCTBYIOIINX B pa3BUTHU.(CM. Takxke puc. 1) Oboznauenus: A —
amneprypa, rl — rIiMmKoKaaukc-1, r2 — rIMKOKaJIMKC-2, Ic — IryduyaThlii CJIOi, K — Kajio3a, KO — KoJyMesula, MC — LIUTOIlJIa3Ma
MMKPOCIIOPBI, T — TEKTYM, DKT — 9KTIK3UHA, DHJ — 3HAK3UHA. Maciurabuble auHeiiku: a—rl, n—in = 0.5 u; 12 = 0.25 p (Figs. 13
n3: Gabarayeva et al., 2013a, b, Plant Syst. Evol. 299: 1013—1055).
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YTOJIIIEHNE TEKTyMa W KOJIyMEJII 1 ITOSIBIISIETCS TI0/I-
CTUTAIOLINIA CJTOM SKTIK3MHBI (puc. 41). DopMuUpyeT-
cs TaK>Ke MepBast JaMmesiia SHAK3UHBI C €€ LIEHTpalb-
HOI1 Oestoil muHuen (puc. 4r, besas eon06xa cmpenku),
MpuYeM MOCTEIHSIS SIBISIETCS] TPAaHULIC MEXITY 9KT- U
SHIPK3MHON. B mepumiazMaTideckoM IIpoCTpaHCTBE
o0pa3syeTcs BTopasi JiaMeJlIa S9HIRK3UHEI (puc. 41, yep-
Has 20108Ka cmpenku), TOXe C LEHTpaJIbHOI Oesoit
JuHuel. O4eBUIHO, 3TU JaMeJIbl pa3BUBAIOTCSI Ha
OCHOBE CJIeAyIolell MULISJUIIpHOI Me30(ga3bl — Iia-
CTMHYATOM MUIIE/UIBI — C €€ IIPOMEXYTKOM MEXIY
OucCJIOIMM, 3amnOJIHEHHBIM THUAPOMMILHON (a3oii;
WMEHHO 3TOT MPOMEXYTOK Habjonaercs B TOM kak
Oenast IMHMUSI.

PazButue ak3unbl y Passiflora racemosa (Passiflora-
ceae) — JIOCTaTOYHO CJIOXHOE, HO MOKa3bIBaeT Ty XKe
3aKOHOMEPHOCTH (puc. 5). Ha paHHe TeTpagHoOii cTa-
JIVU Ha TIOBEPXHOCTHU TJ1a3MaleMMBbl (pUC. 5a, 20106Ku
cmpenoK) TIOSIBIISIIOTCS OCMUOMUIIbHBIE TJIOOYJIBI C 3a-
3yOpeHHOl TOBepXHOCTbIO. OHU, CKOpee BCETo, Ipe/-
CTaBJISIIOT CO0OI OoJblIMe chepruuecKre MUIIEIUIBI
W X KOMIUIEKCHI, 3a3YOpEeHHBIN Kpall KOTOPBIX CO-
OTBETCTBYET TMAPOPUIBLHBIM TOJOBKAM  MOJIEKYJI
ITAB, a BHyTpeHHSISl 4acThb — MX TUAPOMOOHBIM XBO-
craMm (cm. puc. 10). Ha cragum MoonpIx TeTpam mo-
BEPXHOCTh MMKPOCIIOPbI MEPUOANYECKU WHBATMHU-
pOBaHa BCJENCTBUE MPUKPEIUICHUST K TUIa3MaieMMe
MYYKOB MUKPOMUIAMEHTOB, TSHYIIUX IJ1a3MaeMMy
BHYTpPb B pe3yjbTaTe WHTErpaibHOrO HaTSKEHUS
(tensegrity) — omHOrO M3 MPOIIECCOB CaMOOpraHM3a-
uu (puc. 50, cmpenku). B 3TX MHBarMHALIMSIX TTOSIB-
JIsieTCsl TVIMKOKAJIUMKC B BUIE CPepUIeCKUX eaAUHUILL-
muies1 (puc. 5B, eonosku cmpenok). IlosiBneHue ymno-
PSIIOUEHHO PACIIOJIOXEHHbBIX WHBAarMHALMK U WX 3a-
rnoJjHeHue chepUIeCKMMU eIMHUIIAMUA ITMKOKATMKCa —
pe3yJasTaT COBMECTHOTO Mpolecca CaMOOPraHM30BaH-
HOTO MHTETpaJIbHOIO HATSKEHMSI 1 Mpoliecca K301~
To3a. Ha cpenHeil TeTpaaHOUl cTaguyd WHBarMHalyu
TUia3MajieMMbl PaCIIMPSIOTCS U 3aMOJHSIIOTCS TJIMKO-
KaJIMKCOM, TIpuoOpeTast TMH30BUIHYIO (hopmy. CTpyK-
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Typa NNIMKOKAJIMKCA ITOCTETICHHO MEHSIETCS C MAKPOTpa-
HYJISIPHOM Ha MUKPO(HUOPpIIIIpHYIO (pHC. S5T1, 20106KU
cmpenok). Ctagus o3aHel TeTpaabl XapaKTepU3yeTCst
TMOSIBJICHUEM BTOPOTrO — HEMPEepbIBHOTO U 0oJiee Oc-
MUOMUIBLHOTO — CJ1081 ITTUKOKaIUKca (IJTMKOKAJIUKC-2)
¥ 3aJIOKEHUEM B HEM aTEeKTaTHBIX (IO TMH30BUIHBI-
MU yJacTKaMM TJIMKOKaymca-1 — puc. 5a, cmpenka) u
TEKTaTHBIX KOJyMesl (B MPOMEXYTKaX MEXIy “JIMH-
3aMu” TJUKOKaJMKca-1 — puc. 5k, cmpeaxa). 3ano-
JKeHUE KOJIyMeIIT IIPOMCXOINT Ha OCHOBE IIVUTMHIPH -
YeCKHUX MUIIEIUT, HAa TTOBEPXHOCTH KOTOPBIX 3aMETHBI
BUTKM CTIMPAJIC, XOPOIIIO BUTHBIC TP OOJIBIIINX yBE-
JIMYEeHUSIX (pUC. ST2, BBIACICHBI TOJJOBKAMU CTPEIOK).
DTa cnmpaibHas 3aKpy4eHHOCTD, TTOCTOSTHHO HAOJTIO-
Jarorasics Ha TMaJOYKOBHIHBIX 3JIEMEHTaX TIIMKOKa-
JIMKCa y JIIo00ro BUaa, IIepBOHAYaIbHO OblIa OTMEYe-
Ha Paynu (Rowley and Flynn, 1968) u siBuiachk xapak-
TEPHOI YepToil ero MoAes v CyOCTPYKTYPhl 9K3UHbI —
Tak HasbIBaeMoro Tadra (taft — Rowley, 1990). Tenepn
CTAHOBUTCS SICHO, YTO TaTHl COOTBETCTBYIOT [IUINH-
JPUYECKUM MMIIE/UIaM — HauboJjiee pacipoCTpaHeH-
HBIM TUIIaM MULE/UT B pa3BUBAIOIIEHCS CIOpOoJAepMeE
(Gabarayeva et al., 2009a). BaxxHO OTMETUTb, UTO He-
KOTOpBIe TadThI-MUIIEJUTHI TIPEBpAIIaoTCs B oOpaT-
HbIE: CTAHOBSTCSI 3JIEKTPOHHO-ITPO3PAaYHBIMU BHYT-
pU U 3JEeKTPOHHO-TIJIOTHBIMU CHapyxu (puc. 5o,
cmpeaka). BeIBopaunBaHWe HaM3HAHKY HOPMAaJTBHBIX
MUIIEJUT B Cpele TIepUIIa3MaTHIecKoTo TTPOCTpaH-
CTBa, KOTOpast CTAHOBUTCS TUIPOPOOHOI, CBI3aHO C
M3MEHEHUEM COCTaBa CpeAbl B MEPUILIIA3MaTUIECKOM
MPOCTPAHCTBE M3-3a MOCTYIJIEHUSI JIMIOUIHBIX
npenmectBeHHNKOB CI1 B mepumoasMaTidecKoe
MPOCTPAHCTBO HA MMO3MHEN TeTpaaHOM cTanuu. Takoe
obOpallleHue MULIEJIJT XapaKTepHO JJISI MHOTUX BUIOB
Ha 3TOW CTaIMU: MOJIOJAbIC TPOKOJIYMEJJIbl BUIHBI
Kak “myctbhie” BHYTpU (Hampumep, y Trevesia —
Gabarayeva et al., 2009a).

B Hauane cBOOOOHOCIIOPOBOrO TEpHOIa MHKPO-
criopsl Passiflora racemosa ocBOGOXIAIOTCS OT Kal-
JIO3HOI 000JI0uKM TeTpanabl. KojiyMeabl 3HaUYUTE b-
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Puc. 6. Pazsutue ak3uHbl y Symphytum officinale (a—u) u ero natepnperaiusi (a'—u'). a, 6 — paHHue TeTpaaHble ctanun. Chepruyeckue u
noycheprieckue KiiacTepbl NIMKOKATMKCA MOCTENIEHHO MEPECTParBAIOTCS B IMITMHIAPUUECKUE (20108KU CMPEOK). B, T — CPETHSISI TeTpa-
na. T110THO yriakoBaHHbIE HIIMHIPIECKUE SIMHUITBI CJI0ST IIMKOKATUKCA HECYT JIEKTPOHHO-TUIOTHBIE YACTUIIBI — CTIOPOTIOUIEHIH-aK-
LIEMITOPHBIE YaCTHUILIbI, aKKYMYJIMPYIOILIKE CIIOPOTIOIEHUH (20108KuU cmpenok). I — JlabHenIast akKyMyJISILSI CTTOPOTIOJIEHMHA Ha CITv -
PATBHO PACIIONIOXKEHHBIX PETIETITOPAaX, MPUBOISIIAS K MX TIOCTETIEHHON MacCKUPOBKE (€), (hOpMUPOBAHMIO KOITYMEJUT (Cpeki) Y TEKTyMa
(eonoexu cmpenok). X — [oznHsist Terpana. [NosiBiisieTcs MOACTUIAIOIIMIA CJION SKTIK3UHBI (36e3004Ka) U TaMesLTbl SHIIK3UHBI (4epHble 20-
J108Ku cmpenok). KolyMeIutbl oKas3aHbl Oenbimu 20108Kamu cmpenok. 3 — CBOOOIHbIE MMKpPOCTIOpbL. Ha moBepXHOCTH TeKTyMa MOSIBIISIIOT-
A1 “OyKeThI” (YepHble 20106KU CMPenoK) i CTPUHTY (Cmpenka) TTTIMKOKAIMKCA CO CITOPOTTOJUIEHUH-aKIIETITOPHBIMU YacTHIIaMU. Korymesutbt
TOKA3aHbI Oe1bIMU 20106KaMU Cpenok. U — 3penast 5K31MHa C CUITbHO YTOIIEHHOM SHIPK3UHOIM, anepTypHbIi paiioH MOKa3aH 36e3004K0.
W3 “OykeToB” co criopornouieHnH-akienTopHsMy yactuiiamMu (CAY) cchropMupoBamch CyTpaTeKTaTbHbIe TeMMbI — CKOpPEe BCETO, ITyTeM
CcaMOOpraHU3alIK (3aKpyIrBaHMsI ITyuKa — 20106KU cmpenok ). CripaBa MoKa3aHbI TUTTBI MUALIEIUT, Y9aCTBYIOIIMX B pa3BUTUN. OO03HAUeHUS:
I' — NIMKOKAIMKC, K — Ka/LJI03a, MC — MHUKPOCIIOpa, TIC — MOACTUIAIOIINIA CJIOM, T — TEKTYM, 9KT — 9KTOK3MHA, 3HI — SHIPK3UHA. Mac-
TabHble TMHEeHKY: a, 6, %, 3— 0.5 u; B, 1, € — 0.1 p; u — 1 p (Fig. 12 u3: Gabarayeva et al., Plant Syst. Evol., 296: 101—120).
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HO BBIPACTAIOT B BBICOTY M MPUOOPETAIOT XapaKTep-
HyI0 OynaBoBuAHyIO dopmy (puc. 53). Iossisgiorcsa
repBble JIaMeJUTbl SHAIK3UHBI (pUC. 53, cmpeaku), Ha
Hux HakaruiuBaeTcst CIT, ocobeHHO 1o KoJayMmeJia-
mu (puc. 53, eonoexu cmpenok). Ha cpenHeit cBoOoI-
HOCITIOPOBOM CTaAMU KOBHYTPH OT JIaMEJLJT SHAK3UHbI
(puc. 5u, eonr06xu cmpenok) NOSIBISIETCS TyOUaThIit
choii (re), uaymui BIoab Bceil MOBEPXHOCTU MUKPO-
Cropbl M 00pasylolIuii KOPHEBUIHBIE OTPOCTKU MO
KOJlyMeJIJlaMd — BTOPOM CJIOM SHIAPK3UHBI (puUC. SU,
écmpeunble cmpeakyu TIOKa3bIBAOT 00JaCThb IHIAIK3U-
Hb1). [YOuaTelii cinoit (puc. u', IIpaBasi cxeMa) — CTpyK-
Typa, 00pa3yrolasicsi Ha OCHOBE XKWUIKO-KPUCTaJLIU -
YeCcKOll OMKOHTUHYAJIbHOU HEYITOpSIHIOYeHHOU (a3bl
(mucriepcHOM CMCTEMBI, COCTOSIIIIEH U3 2-X UM OoJiee
XKUAKUX HECMeIIIMBalolIMXxcs a3 HepaBHBIX OOBEMOB
— @puapuxcoepr, 1995), B tTaHHOM clIydae — CHCTe-
Mbl, 00pa30BaHHOMN JIMITOGWIBHBIMU MPEIIIeCTBEH-
Hukamu CII u ruapoduibHON cpeaoii mepuruia3ma-
TUYECKOTO0 IpocTpaHcTBa. Ha mo3gHel cBOOOIHOCIIO-
pPOBOI CTaIuM TEKTATHbIE KOJIYMEJJIbl 3HAUYUTEIbHO
BBIPACTAIOT B BBICOTY (pUC. 5K, 8cmpeuHblie UepHble
cmpeaku), a JaMeJlIbl 9HAPK3WHBI aKKyMYJUPYIOT
CIIOPOMOJUIEHUH, MpHUoOpeTast TAITUYHBIN BUJ C OEIbI-
MU LIEHTPILHBIMU JTUHUSIMU (pUC. 5K, Oeabie cmpen-
Ku). B anepTypHbIX paiioHax MOSBISIOTCS Oa3aibHbIe
rpaHyJibl — TPETUI CJIOM SHIIK3UHBI (PUC. 5K, 20108KU
cmpenok). T.0., 30Ha BHA3K3UHBI BO3pacTaeT (puc. 5K,
écmpeunble Oeavle cmpeaku). 3aBeplaeTcs PopMUpPoO-
BaHME 3K3MHBI 00pa30BaHUEM JIaMEJUISITHBIX 0a3ayib-
HBIX OTJIOKEHUU B MHTEparepTypHbIX palioHaX MUK-
pocnopsl (puc. 57, 6eavie 20408KU cmpeaoK) U TIpeod-
pa3oBaHMEM amnepTypHBIX Oa3ajdbHBIX TpaHyJl B
0OazaJibHbIE KOJTYMEJUIO-TIOA00HEIE CTPYKTYPHI (pHC. 51,
uepHvle 20108KU CMPENOK), T.€. HAaUYMHAeTCs KakK Obl
BTOpasi BOJIHA TIOCENOBATEIbHOCTU MMULEJISIPHBIX
Me3odasz. DTOT MpUMep ellle pa3 MOoKa3bIBaeT, UTO He
CYIIIECTBYET CTPOTOro pas3rpaHUYEHUST MEXIY CTPOU-
TEeJIbHBIMU OJIOKAMU 3KT- U SHIABK3UHBI: B TPaHMUIIAX
CTPYKTYp, KOTOpbIE MOXET CO3/IaBaTh CAMOOPTaHU3Y-
ouasicd MUUEUISIpHast cUcTeMa, KOHUTypauus
CTPYKTYPHBIX €IMHULL MOXKET “TYJISITh”, U 3aBUCUT 3Ta
KOH(dUrypalus rjaBHbIM 00pa3oM OT KOHLIEHTpalLun
BXOJSIIIIMX B CUCTEMY CYp(daKTaHTOB, a TAKXKe OT psifa
GUBNKO-XMMHUYECKUX TTapaMeTpoB (HarmpumMep oT pH
noaaepxxuBatoliieit cpenbl). Eie onyuH sipkuit npumep
9TOro Xe sIBieHus1 — copMmupoBaHue y Nymphaeae
mexicana caos1 HIATUHAPUIECKUX MULIEIUT CO CITUPaTb-
HOI MOBEPXHOCTHIO YK€ MOCJIE Pa3BUTUS JJaMeJLT SH -
9K3UHbI, YTO SBJSETCS BecbMa  HEOOBIYHBIM
(Gabarayeva and El-Ghazaly, 1997).

Kaxk BugHO 13 puc. 5 (mpaBast CTOpoHa), pa3BUTHE
CJIOXKHOM 000I09K1 MUKpOcIIop v Passiflora racemosa
(IBYCJIOMHBIN TIUKOKAJIMKC, ABAa TWUMA KOJyMET B
9KTIK3UHE, YEThIPEXCIOMHAS DHAIK3MHA) UIET, OYe-
BUIIHO, HA OCHOBE BCE TOI Xe IOCeN0BaTEeILHOCTH
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MULIEJUISIPHBIX Me30(ha3, YTO U Y PACCMOTPEHHBIX BbI-
111 BUAOB C 0oJiee TTPOCTO YCTPOSHHON 3K3UHOM, HO
001agaeT OMHOU OCOOEHHOCTHIO: B XO/E Pa3BUTHS Ha-
GJrromaeTcsl Kak OBl IBe BOJTHBI 3TOM ITOCIIeI0BATEIb-
HOCTH.

PazButne sx3unbl Symphytum officinale mokazaHo
Ha puc.6 (ceBa oKa3aHbl 110C/IeI0BaTe/IbHbIE CTaIuN
pa3BUTHS, crIpaBa — MULIEJUISIpHAs MUHTepIIpeTalus).
Cdepuueckne eqMHULIBI-MHIIEIUTBI paHHEN TeTpaIbl
(puc. 6a, eo106Ku cmpenok) CaMOOPTAaHU3YIOTCS B T1a-
JIOUKU-UWIMHAPBL (puc. 606, eonoexku cmpenox). Ha
CcpedHeil TeTpaJHOW CTaauU BIOJb IaJIOYKOBUIHBIX
€IWHUIL] BUIHBI OCMUOMUIbHBIE YACTULIBI — TaK Ha3bl-
BacMbIe  CITOPOIOJUICHUH-aKIICIITOPHBIE  YaCTUIIBI
(CAY), akkymynupytomue mnpemmiectBeHHUKn CII
(puc. 6B, 61, 20106KU cCMpenoK), 9yTh TIO3IHEE HAOTIONA-
eMbIe apaHXMPOBAHHBIMU IO CITUPAIA BOKPYT LIAJIMH-
JPUYECKUX eAUHULL (pUC. 611, 6, 201068KU cmpenok). DT
YacTUlIbl, ONMCAHHBIE I psima BuaoB paHee (SAPs,
wimm 1io-pyccku CAY: Rowley and Skvarla, 1993;
Gabarayeva et al., 2003) 6bUTM MTHTEPITPETUPOBAHBI HA-
MM KaK HanboJjiee BEpOSITHBIE CAalThl aKKyMYJISIIUU
CI1 — penentopsl, CITOCOOCTBYIOIINE TOJIMMEPH3a-
oy nipeamectBeHHNKOB CI1, uybs nokanmm3anms 3ama-
ercs reHeTnyecku (Gabarayeva et al., 1998). To ecTb, B
ciyyae ¢ Symphytum Mbl BUIUM CBSI3b MEXIy TeHETU-
YeCKOI IeTepMUHAIIEH TTaTTepHa 9K3UWHBI U €€ CaMO-
OPraHU3yIOLIECUCS MMLEUIIPHOM COCTaBJISIOLIECHA.
CAY Habroga0TCs B pa3BUTUN CIIOPOJEPMBI 1IJTIOTO
psima BUAOB, HO SIBHbIE KapTUHBI WX TMPUCYTCTBUS
CPaBHUTEIIBHO pPEOKW, T.K. 3TH pEleNTOpbl OYeHb
obicTpo HakarumBaloT CII, KOTOphIl MX MacCKUPYeT.
Ha no3nHeit TerpagHoi cTagui, KOTJa aKKyMYJISIIIMST
CIT na CAY ctaHoBUTCS 00Jiee MHTEHCUBHOM, KaMy-
mpyst caMu pelienTOPEHI, TTOSIBIISIIOTCS IIPOKOITYMET-
61 (pHC. 6e, cmpeaku), a B KOHIIE TETPAIHOTO TIepruoaa
YK€ BUITHBI HE TOJIBKO KOJIYMEJLUTBI (pUC. 63K, Oevle 20-
JN08KU CMPenoK), HO TaKXKe TeKTYM U TOACTUJIAOIIN ]
CJIO SKTAK3UHBI (pUC. 63K, 3Be300YKa), U 3aKJIaIbIBa-
FOTCSI JITaMeJUTBI SHASK3WHEI (pUC. 6K, YepHble 20106KU
cmpenok). B cBOOOTHOCIIOPOBOM ITepUOAe IHAIK3NHA
CUJIBHO yToJIaeTcs (puc. 63, 611), a Ha MOBEPXHOCTHU
TEKTyMa TTOSIBIISIOTCS “OyKeThl” (Puc. 63, uephvie co-
a06xu cmpeaok) 1 Hutu (ctpunru) CAY (puc. 63,
cmpeaka), KOTOpble BCKOPE CaMOTIPOM3BOJIEHO CBOpa-
YMBAIOTCS B CYMpaTeKTaJIbHbIE TJI00YJIBI (pUC. 61, 20-
N108KU cmpenok) U akkymynupyoT CIT.

Ecin Teneps B3MISIHYTh HA BHEITHUI BUJL TTbLIbLIC-
BBIX 3epEeH UCCIeA0BaHHbBIX BUIOB (puC. 7), TO IEpBOE,
YTO oOpalaeT Ha cedsi BHUMaHue, 3TO pa3HOOOpa3ue
ux ¢opmbl (puc. 7a—7m1) 1 xapakTepa MOBEPXHOCTU
(ckynbnTypsl — puc. 7a'—na'). Tem Gosee BneyaTisieT
TOT (PaKT, 4TO, IO BCEil BEPOSITHOCTH, BCE 3TO MOpGhO-
JIOTMYECKOe pa3sHooOpa3ne BO3HUKAeT Ha OCHOBE He-
CKOJIBKMX, OTHUX M TeX K¢ MMIIEUIIPHBIX Me30odas.
IMpumep pazButust 3K3UHBL y Symphytum officinale mio-
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Puc. 7. O61uit BUI criop/MbUTBLIEBBIX 3€PEeH (a—11) U IeTaju TTOBEPXHOCTHU (a'—1') MCCIIEOBAaHHBIX BUIOB B CKAHUPYIIIEM JICK-
TPOHHOM MUKpOCKoTIe. a — Alsophila setosa. OKpyrio-TpeyrojibHasi B OUepTaHUU CIopa ¢ pedpaMu Ha MOBEPXHOCTH (CTPEJIKHU).
a' —[ToBepxHOCTb criopbl Alsophila setosa. Bunnbl Mukporiepdopaiinu (CTpeaku), MUKpoOOPOIaBKU BbIIEIEHBI OKPYXKHOCTBIO
(13 Marquez et al., 2009, Review of Palaeobotany and Palynology, 156: 165—176, Plate 11, 6 and 8). 6 u 6' — Cdepuueckoe 1. 3.
Juniperus communis ¢ MeJIKO-0yropyaTtoii IToBepXHocThbio 1 opoukyiaamu (Plate XIV, 5 u3z: Gabarayeva et al., 2014, Review of
Pal. & Pal., in press). B u B' — Magnolia sieboldii. l1lupoko-3munconaanbHoe II. 3. (CJerka CMsToe) ¢ MOPIIMHUCTOM MTOBEpX-
HOCTBIO U MUKporniepdopauusiMu. T u ' — ChepounanbHoe 1. 3. Passiflora racemosa ¢ Kpyrnocer4aToil IOBEpXHOCTHIO U CBO-
GonHbIMU KoJyMesiaMu Ha qHe siueit (Fig. 11b, ¢ u3: Gabarayeva et al., 2013b, Plant Systematics and Evolution, 299: 1013—
1035). o, n' — Symphytum officinale. 1 — BOYOHKOBMIHOE MbLIbLIEBOE 3¢PHO C FTeMMaMU Ha TMTOBEPXHOCTU; ' — 00J1aCThb amnep-
Typ. (1 - u3 Gabarayeva et al., 2011, Plant Systematics and Evolution, 296: 101—120, Fig. 11b). MacmTabGHble TMHEUKU: a, 0,

B,Lo—10p;a, 6,8, ' —1w;r'—0.1p.

KasaJjl, OJHAKO, YTO BJIUSIHUE TeHETUUECKUX (haKTOPOB
ocTaeTcsl BeCbMa 3HaYMTEIbHBIM. Bo-TepBbIX, moToMy
YTO TOYHBIK Xumuuyeckuii coctaB [TAB, npuHumato-
IIMX YYacCTUE B Pa3BUTUM BK3MHbI ([JIMKOMPOTEUHOB,
SKMPHBIX KUCJIOT, (DEHUJITIPOIIAHOMIOB) U UX KOHIICH-
Tpalusl 3aaeTcsl, HECCOMHEHHO, reHeThuYecku. Bo-BTo-
PBIX, BIIMSIHME TeHOMa BblpakaeTcsl B JIOKIM3allUK pe-
nentopoB noanMepusanum CII, KaKoBBIMH SIBIISTIOT-
¢, TI0 BCceld  BUIMMOCTHM, CIIOPOITOJIJICHUH-
akuenropHbie yactuiibl (CAY). PeuientopHbie caiiThl
CII B mpumsk3mHe B ¢GopMme “OrpaHMYMBAIONIETO
cJiost” ObUIM OOHAPYXXEHBI TAKXKEe aHTTIMHACKIMU KOJI-
neramu (Blackmore and Barnes, 1987, 1990; Black-
more and Claugher, 1987; Blackmore, 1990).

OpHako, HeJTMHEWHBIN XapaKTep MPOLeCCOB CAMO-
OpraHM3alliy HAaKJIagbIBaeT CBOM OTIEYaTOK Ha KO-
HEYHBIN pe3yJIbTaT BCEro pa3BUTHUSI, YACTO JeJasl ero
HenpeackasyemMbiM (Hemsley, 1998; IabapaeBa u
Xomcnu, 2010).

Bce a1 cBUmeTeNbCTBA B MOJB3Y MULIEIUISIPHOM
TUIOTE3bI SBJISTIOTCS MOP(OJIOTUYECKUMHU, PaCCMOT-
PEHHBIMU B IMHAMMKE OHTOreHe3a CIiopoaepMbl. O~
HAKO HaWIYYIINM J0KAa3aTeIbCTBOM CIIPaBEIIMBOCTI
3TOU TUIIOTE3BI OBIIIO OBI TTOTyYeHNEe SK3UMHO-IT0I00-
HBIX CTPYKTYpP in Vitro, IyTEM 3KCIIEPUMEHTAJILHOIO
MoJenMpoBaHus. B xone Takoro skcriepuMeHTa ObUIO
OBI CHSITO BIIMSIHME T€HETMYCCKUX (PAKTOpPOB, Bellle-
CTBa 1 MX KOHIIEHTpAllMX ObUIM OBbI BEIOpAaHBI SKCIIE-
PUMEHTATOPOM, ¥ MOXHO OBLIO OBI TTIOCMOTPETh, “Ha
4TO CIIOCOOHA” caMOOpraHu3alusl, OCBOOOXKIECHHAasI
OT BJIMSTHUSI T€HOMa.

ITpaBna, Mbl HE JOJIKHBI OKUATH TTOJTYyYEHUS MaT-
TEpHOB, COBEPIIEHHO UASHTUYHBIX TTPUPOIHBIM, T.K.
piusiHue ClT-noaumepusyrommx neHTpoB (CAY, wiu
SAPs) Bbinanet. Mbl IIpoBeJIU MEePBble IKCITEPUMEHTbI
B 3TOM HallpaBJIEHUU C 11EJIbI0 CMOJIEJIMPOBATH LISl Ha-
yajga He CTOJIbKO 3peJible CTPYKTYpPBI, KaK 3TO ObLIO
cnemano A. Xamcnu u ero rpynmoit (Hemsley et al.,
1996, 1998, 2000, 2003; Griffiths and Hemsley 2001),
CKOJIbKO TMOJYYUTh CUMYJISITHI O0Jie€ MOJIOJIbIX CTa-
I — IIIUKOKaJMKca (KaK OCHOBBI, “CTPOUTEIbHBIX
JlecoB” IS BK3WHBI) U TAaTTEPHOB, XapaKTEePHBIX
JUISL TeTpaaHoro nepuoaa pa3putus. Mcronbays 3a-
MEHMTEM TPUPOIHBIX Ka/ulo3bl, TIMKOKaIWKca U
JKUPHBIX KWCJIOT, MbI TIOJYYWUJIU Pl TNIMKOKAJIUMKCO-
MOJOOHBIX u 9K3UHO-TTOTOOHBIX MaTTePHOB
2 OHTOTEHE3 Ne 4
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(Gabarayeva and Grigorjeva, 2013). BoJIbIIMHCTBO 3K~
3UHO-TIONOOHBIX IMATTEPHOB OBLUIO TIOJYYEHO B IO-
BEPXHOCTHBIX CJTOSIX 00pa31oB, B BUae Kopku. CiieBa 1
BHM3Y Ha pHUC. 8 MMOKa3aHbl 3KCIIEPUMEHTAIBHO MOy~
YEHHbIE MMaTTEPHBI (CUMYJISITHI — pUC. 8a—8K — CM. IO~
IpobHee MOAMMCH K PHC.), a ClIpaBa — COOTBETCTBYIO-
Iie M IIPUPOIOHBIE CTPYKTYphI (puc. 8a'—83'). Ilar-
TepHbI 8a 1 80 UMUTHUPYIOT paHHUE TeTPagHbIE (DOPMBI
ITIMKOKaJIMKca BUIoB Dianthus deltoids (8a')eme He-
OIyOJIMKOBaHHbIE JaHHble) U Symphytum officinale
(80’) COOTBETCTBEHHO;, 8B — TIJIMKOKAJIIMKC CpeaHei
TeTpamgHoii ctagun y Magnolia delavayi ¢ ero TOHKUMMA
npokojiymesuiamu (8B'), 8T — MPUM3K3MHY Ha TMO3-
Heli TeTpaaHolt ctanuu y Nymphaea capensis (81'), a 811
— MPUMSK3UHY Ha MO3AHEN TeTpagHou ctaguu Quer-
cus robur. BeUIN TONy4YeHBI U TTATTEPHBI, UMUTUPYIO-
e CTOJ0YATYIO SK3UHY M TIEPBBIN, TpaHYJISIpHBIN
cioii uHTUHBL Y Magnolia sieboldii (puc. 8¢ u 8e¢'), a
TaKkKe 3pellylo TpaHYISIpHYIO 5K3WHY Anaxagorea
brevipes (puc. 8x u 8x'). Kpome Toro, TpexcioitHas
CTPYKTypa (83) UMUTUPYET TUITMYHBIE JIAMEJLIbI DH/I-
9K3UHBI C LIEHTPaJIbHOMN OeI0M JIMHUE MHOTUX BHU-
OB, B yacTHoctu — y Passiflora racemosa (83'), a
CTPYKTYpPHI, MOKA3aHHEIE Ha PUC. 81 U K, HATTOMUHAIOT
HEKHe TUITOTETUYECKHE MbLIbLIEBbIE 3¢pHA C IIIUITUKO-
BOIi K3UHOI (puc. 81) u 060J10uKy ciop Osmunda re-
galis (puc. 8k).

T.o., yXe 3T IIepBbIe CEPUU SIKCIIEPUMEHTOB ITOKa-
3BIBAIOT, YTO IIPU UCHOJIb30oBaHNU [TAB B HEKOTOPBIX
OIpee/ICHHBIX KOHLIEHTPALIUSIX BOAHBIEC KOJUIOUIHBIE
CHUCTEMBI CITOCOOHBI ITyTEM caMOOpraHu3anuu (B JaH-
HOM cJlydae — KOHAEHcallM1) 00pa30BbIBaTh MaTTep-
HBbI, UMUTUPYIOIME B TOI WJIX UHOM CTENEHU ITPUPO/I -
HbIE CTPYKTYPbI, BOSHUKAIOIINUE B XOJI€ Pa3BUTUS K-
3UHBI.

SAKIIIOYEHUE

1. JletajibHOE MCCIE0OBAHUE OHTOT€HE3a IK3UHbBI Y
5-TH BUJIOB U3 OTIAJIEHHBIX TAKCOHOB U aHAJIU3 TTOJTy-
YEeHHbIX IaHHBIX B CBETE Hallleii MULIEJUISIPHOU TUIIO-
Te3bl MOKa3bIBAIOT, UTO, HECMOTPSl Ha KpaliHIO He-
CXOKECTh BHEIIIHE M BHYTPEHHEN CTPYKTYyphl 000-
JIOUKH MbUTBLIEBBIX 3ePEH, OHA COCTOUT U3 OAHUX U TeX
Ke 4-X BJIEMEHTOB — MIOOYJISIPHBIX, MAaTOYKOBUIHBIX
(KOTyMEJUISITHBIX), CJIO€B MajioueK (KOJIyMeJll) U Jia-
MeJUJI C LIEHTPAJIbHOM Oesol JTUHUEH. DT eqUHUIIBI,
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Puc. 8. CTpyKTypbl, TIOJTydeHHBIE B 9KCIIEPUMEHTE (a—K) ¥ COOTBETCTBYIOIIINE UM OMOJIOTHYECKHE MaTTepHbl (a'—3'). a — Kop-
Ka 5%-T0 resist XOHApOUTHHA (“T™) Ha MOBEPXHOCTH Karlli COEBOTr0 Macjia UMUTUPYET CI0M IIMKOKaJIMKCa (a', T) paHHEe! TeT-
panHoit Mukpocnopsl Dianthus deltoids. 6 — I1onycdepruueckue KiaacTepsl (20108KU cmpeaok), TOTy4YeHHbIE TTyTeM 100aBIeHUS
1%-ro pactBopa canonuHa (10 kamnesnb) 1 rMieprHa (3 Karim) Ha TOBEepXHOCTb 4%-10 Xe1aTuHOBOTO Tesist (20 MJ1), UMUTH-
pyIoT nosrychepudeckre KiacTephbl INIMKOKAJIUKCAa PaHHEH TeTpaaHOW MUKPOCIIOPHI Symphytum officinale (6', eonoexu cmpe-
J0K). B — DTa CTPYKTypa ¢ hriaMeHTaMU, OPUEHTUPOBAHHBIMU MEPTIICHANKYISIPHO MTOBEPXHOCTH (20108KU CIMpPeaoK), TIOy-
yeHHast fo6asieHrieM 1%-ro canonuHa (10 Karesns) B 5%-10 ruapokcunpomui-meruinentonosy (ITIML, 3 mr), moxoxka Ha
MIMKOKATUMKC MUKpoctniopbl Magnolia delavayi na cpenHeil TeTpaHOM CTaluM ¢ €ro TOHKUMU MpOoKosymMesiaMu (B', eon06ku
cmpenok). T, 1 — 5%-1 rejb XOHAPOWUTHHA, alcOPOMPOBAHHBIN Ha TMTOBEPXHOCTU KarlleJb COEBOTO Macjia, UMUTUPYET TakxKe
MPUMAK3UHY Ha MO3IHUX TePAJHBIX CTanUsIX pa3BuTusi. Cioii, CUMYIUPYIOLIMA TEKTYM (“T”), MOACTUIAIOLINI CJION 9KTIK3U-
HbI (“TIC”) ¥ KOJyMeJUTHI (T, cmpeaku) o4eHb OJIM30K M0 CTPYKTYpe K IPUMAIK3UHE MTO3AHel TeTpansl Nymphaea capensis ('), a
MO3IHIO0 TeTPaIHYIO MPUMAK3UHY Quercus robur ¢ ee mpokosymeiaMu (', CTPeJIKN) UMUTHUPYET CXOIHbI 9KCITEePUMEHTaIb-
HbIN aTTepH (o). Monenu (e) u (), rmoydeHHble B cMecsx canoHunHa (1%) ¢ I'TIML (5%), cuMyupyioT 3peJible 000JI0YKHU
Magnolia sieboldii (') u Anaxagorea brevipes (x'). HeKOTOpbIe CTPYKTYpbl BOZHUKAJIU HE HA MOBEPXHOCTH, 2 BHYTPU 00pa31oB:
3 — [laTTepH, CUMYIUPYIOLINIA JAMEJUTbI DHAIK3UHBI C UX XapaKTePHBIMU LIEHTPaTbHBIMU OSIBIMU JTMHUSIMU, HATTpuMep 'y Pas-
siflora racemosa (3'), BOSHMKAET B CMECH arapoBOTO TeJist mociie nodasieHus 1 %-ro canonuHa (10 karenb), a 3aMKHYTBIE CTPYK-
Typbl HAITIOMWHAIOT HEKWE T'MIOTETUYECKME MUKPOCIIOPHI ¢ “IIMIMKAMU”’ Ha MOBEPXHOCTU 000JOUKU (1, TOJOBKU CTPEJIOK).
Hanoxenne xonnpoutuHosoro resst (5%) na I'TIMLL (5%) npuBoauT K GopMUPOBAHUIO CTPYKTYP, HATTOMUHAIOIIMX O00JI0UKY
cnop Osmunda regalis (K). Ob0o3Hauenus: T — IITUKOKAJIWKC, TUH — TpaHyJIsipHasi MUHTUHA, TUT — TPaAHYJISIpPHBIIA MH(PATEKTYM,
K — KaJu103a, MC — LIMTOIIa3Ma MUKPOCTIOPbI, IC — MOJACTUIAIOLINM clTOM, T — TeKTyM. COOTBETCTBEHHbIE 0003HAYEHHSI MO-
nesieil — B KaBbIYKax. MaciuraGHble TMHEWKU: a, a', B—X, B'—X — 0.5 1; 6, 6, 3—k, 3' — 1 p (310 — Figs. 4A, B, D, D'; 5; 6A, A';

7C, E u3: Gabarayeva & Grigorjeva, Grana, 2013, V. 52. P. 241-257).

Mo Bcell BEPOSITHOCTH, BO3HMKAIOT HA OCHOBE TIJIaB-
HBIX MULISJUISIPHBIX Me30(da3 B KOJJIOUIHOM CUCTEME,
coJiepxalleil MOBEepXHOCTHO-aKTUBHbBIE BEIIECTBA B
BO3pacTalolleil KOHLIEHTpaluu: chepruyecKue Mu-
LeJUTbl, LUJIWHAPUYECKHUE MUILIEJUIbI, CJIOW TLIOTHO
YIaKOBaHHbIX LWJIMHAPUYECKUX MULEUT (CpemHsis,
WIM rekcaroHajibHasg meszodasa) M OMCIOU LWJIMH-
JIPUYECKUX MULIEIT C TIPOCBETOM MEXIy HUMU (T1a-
CTUHYaThle MULIEJUTBI). B Xo/1e pa3BuTHsI, Koraa XuMH-
YeCKUIl CcOCTaB cpedbl TepUIIa3MaTuiyeckKoro Ipo-
CTpaHCTBa MEHSIETCSl, BO3HUKAIOT TakXKe OOpaTHbIe
MULIEJUIbI, & TAKXKE Psil TPOMEXKYTOUYHBIX MULIEJUISIP-
HbIX Me30(da3 (CTPUHTU, CTOJOLBI CHEPUIECKUX MU-
LIeJUT U T.10.) WU KOJUTOUAHBIX cMeceil (3MYIbCUA, TYO-
yateix ¢a3). Bce oHU ToXe ydyacTBYIOT B pa3BUTUU
CIOPOJIEPMBbI.

2. OKcnepuMeHTalbHOE MOJICIUPOBAaHUE SK3UHO-
MONOOHBIX CTPYKTYpP in Vitro, B KOTOPOM JBWXKYIIIEH
CUJION camMoopraHmM3aiuu (KOHIEHCAIUN) SIBJISIIOT-
CsI OTHOCHUTEJILHO MPOCThbIe (PU3UKO-XMMUUYECKUE
3aKOHOMEPHOCTHU KOJUIOUIHBIX cucTeM (ruapodoo-
HBIE B3aMMOIEHCTBHSI), CBUIETEIILCTBYET O IIPaBO-
MEPHOCTHM MUUEUISIPHON TMOOTE3bl W IMOKa3bIBAET
NEePCIEKTUBHOCTb NAJIBHEUIIETO Pa3BUTUS 3TOrO
HaIpaBJICHUSI.

3. Haimuwme crnoporouleHMH-aKIIeNTOPHBIX Ya-
ctull (CAY, LIeHTPOB IOJMMEPU3ALNN CIIOPOMOJUIC-
HWHA), BBISIBIICHHBIX Y Symphytum officinale n y psina
JIPYTYX BUIOB B XOJI¢ Pa3BUTUSI CITOPOAECPMBI [HAIPU-
Mmep y Stangeria eriopus (Gabarayeva and Grigorjeva,
2002), y Encephalartos altenstinii (Plates 1V, V in
Gabarayeva and Grigorjeva, 2004), y Nuphar (Rowley
etal., 1995), y Borago (Rowley et al., 1999)] u o6Hapy-
JKEHHBIX B pe3yJibTaTe AerpaJaliluOHHbIX 9KCITEPUMEH -
TOB co 3peyoil mbeUiblon (Rowley et al., 2001;
Gabarayeva et al., 2003) Takke CBUIOETEIBCTBYET O
BaXKHOW pOJIY TeHeTUYeCKUX (baKTOPOB B JCTEPMUHA-
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LU CTPYKTYPbI 3K3MHBI — B I00aBJieHWE K paboTaM
o MyTaHTaM Arabodopsis (Ariizumi et al., 2004, 2005;
Nishikawa et al., 2005; Suzuki et al., 2008; Ariizumi
and Toriyama, 2011).

4. @unaMeHTbl, COeANHSIONINE MUKPOCTIOPHI APYT
C JpYyroM U C TamneTaJibHbIMU KjeTKaMu y Juniperus
communis, IO BCE BEPOSITHOCTU SIBJISIIOT co0oil (e-
HOMEH TIpSIMOM CHUCTeMbI TpaHCIOpTa, KOTopasl J10-
CTaBJISIET NMUTATEbHbIE BEILIECTBA WJIM MPEAIIECTBEH-
Huku CIT u3 TaneTymMa B MUKPOCIIOPBI, CBUIETE/b-
CTBySS O CHOpO(UTHOM KOHTpOJIE  Pa3BUTHUS
MUKpocnop. Takas cuctema TpaHCIopTa, loKa3aHHasi
paHee JUIs TIJIayHOB, 10 BCEil BEPOSITHOCTH, HanboJiee
apdekTUBHA.

5. Haum pe3yabraTel mokasajiu, 4TO 4acTh Mexa-
HU3MOB Pa3BUTUSI SK3UHBI B XOJI€ €€ Pa3BUTUSI KOH-
TPOJIMPYETCsl TEHETUYECKH, a YaCTh OITOCpe0oBaHa ye-
pe3 caMOOpraHu3aluio, Ha BOJIIO KOTOPOI OTMHYyIIeHa
3HAYUTEIbHAS 10151 [TPOLIECCOB.
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The Role of Genetic Control and Self-Assembly in Gametophyte Sporoderm Ontogeny:
Hypotheses and Experiment

N. I. Gabarayeva

Komarov Botanical Institute of Russian Academy of sciences, Popov st. 2, 197376, St. Petersburg, Russia
e-mail: 1906ng@mail.ru
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Abstract—A review of our own and literature data on mechanisms of sporoderm development (of the wall of
pollen grains and spores) is represented here in the light of colloidal relationships-so-called micellar hypoth-
esis (Gabarayeva and Hemsley, 2006; Hemsley and Gabarayeva, 2007) which suggests the participation of
self-assembly in development. The development of the exines (of sporopollenin-containing part of the sporo-
derm) in 5 species from remote taxa has been traced in detail and interpreted as a micellar sequence. The ex-
perimental modelling of exine-like structures, carried out in vitro where physico-chemical regularities of col-
loidal systems (hydrophobic relationships) were the driving motive, is a strong evidence of the relevance of
the micellar hypothesis and emphasizes a promising character of these studies. The correlation between ge-
nomic control and self-assembly in arrangement of complex biological walls is discussed.

Keywords: plant developmental biology, self-assembly, palynology, sporoderm development, sporopollenin
receptors, modelling of walls in vitro, spore plants, gymnosperms, archaic and advanced angiosperms.
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