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Yacts 1

Pa3Butue ciop u ramero(puToB

I'nasa 1. PazButuHe MuUKpocnopbl
U NBLILLIEBOr0 3¢PHA 10 ONbLJICHUSA

e ThIYMHKA U MIBUTBHUK
e OO0mue 3aKOHOMEPHOCTH PAa3BUTUSI MHKPOCIOPHI H
MBUIBLIEBOTO 3epHa
e  ®dopmupoBaHue 000JOYKH MBIIBLEBOTO 3€pHA
o Kanno3nas o6onouka
o DK3WHa U anepTypbl
o Hurtuna
o Ilonnenkut u Tpuduna
e [lonspu3anus U AeJICHUE MUKPOCIIOPHI
e BereratuBHas M reHepaTuBHas KIJIETKH IbUIbLIEBOTO
3epHa, CIIEPMUHU
o Merabonus3M, TpPaHCKPUOTOM M TNPOTEOM
MYKCKOT'O TaMeTopuTa
o [I'enepaTuBHas KieTKa U CEPMUU
o MysKcKol raMeTHBIN MOTYJTb
e Jlerunparauus nbUIbIEBBIX 36peH

ThIYHHKA U NbLIbHUK

OOpasoBaHue TaIJIOUIHBIX MHUKPOCIOP W Pa3BUTHE
MIBUTBIICBBIX 3€PEH Y MOKPHITOCEMEHHBIX PACTCHHUI MPOUCXO-
muT B mbutbHUKE (Puc. 2, 3). OH sBisieTCs 4acThIO THIYWHKH,
KOTOpasi TPencTaBIseT co0oi mpeoOdpa3oBaHHBIA B MPOIIECCe
IBOJIIOIMH MHUKpPOCTIOpomi (OMOPHOIOTHS IIBETKOBBIX pac-
termid. T. 1. 1994). B uBeTke MokeT OBITh OT OJTHOH 70 THICS-
YH THIYNHOK.
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1. MHKpocnopa U MbUIBLIEBOC 3€PHO A0 ONbUICHUSA

Puc. 2. [IbuibHUKH Ha TIOTIE-
pedHOM cpe3e OyToHa ToMara
Solanum lycopersicum L.
Kpuocpes. @uyopecueHTHas
MuKpockorus. CTperkaMu
0003HaYeHBI THE3/1a TBUTHPHAKA
u cocyauctsiit myvok (CIT).
CHUMOK JIF00€3HO TPe0CTaB-
ned A.B. CMupHOBOii.

IIBUTBHUK MPUKPEIIEH K [BETOJIOXKY C MOMOIIBIO TOHKON
TerunHOYHOW HHUTH (Puc. 3). BHyTpu 5Toif HHTH NPOXOAMUT
COCYIHUCTBIN My4OK, MOCTABISIOUINI B MBIBHUK BOJY U MUTa-
TeNbHBIE BEIecTBA. Y OOJIBIIMHCTBA MOKPBITOCEMEHHBIX pac-
TEHUH MBUIBHUK COAEP)KUT YEThIpe MHUKPOCIOpAaHTHs, pacio-
JIOKEHHBIE TONapHO (DMOPHONOTHA LBETKOBBIX PACTEHHM.
T. 1. 1994).

B rHe3max mbuibHUKA (GOPMUPYIOTCS PENPOSYKTUBHBIC
CIIOPOTEHHBIE KJIETKM — MHUKPOCHOPOLUTHl (MaTepUHCKUE
KJIETKH MHUKPOCIOp), KOTOpbIE BCTYHAlOT B MEHO3 M IAlOT
Hayajlo rarmiouIHOMY HOKOJeHHI0. CIIOKHO OpraHn30BaHHAas
CTeHKa MbIJIbHUKA Pa3BUBAETCS M3 HEPENpPOAYKTUBHBIX Kile-
ToK. OHa BKJIIOYAET SMUACPMAIBHBIN CIOH, pa3IMyHOE YHCIIO
Cy03nuAepMaIbHbIX CJIOEB, B YACTHOCTH, SHAOTELUUHN U cpel-
HUH ci0l, U BHyTpeHHUH cioil — tanetyM (Puc. 3). Tametym
BBICTHJIAET THE3I0 (IOJIOCTh, JIOKYJY) MbLUIbHHUKA, TJE PACIo-
JIO’)KEHBI PENPONYKTHBHBIE KJIETKA. OH OTINYAeTCs] KOPOTKHM
BpEeMEHEM JKM3HU M akTHBHBIM MeTabonmu3moM (Hesse et al.,
2009; Pacini, 2010). 'maBHast ¢pyHKIUS TarmeTyma — MUTaHUE
pacTyImieii MUKpOCIIOpbI M TMbUIbLIeBOTO 3epHAa. HOo BMmecte ¢
TEM B KJIETKaX TalleTyMa CHHTE3UPYIOTCS Ba)KHbIC (hepMEHTHI
(kak Kangasza), IpeAIIeCTBEHHUKH CIIOPOIIOJIJICHUHA ¥ KOMIIO-
HEHTHI MOJUICHKUTA U TPU(MUHBI, O KOTOPBIX MOHIET peub HH-
Ke.
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Yacts 1. Pa3Burre criop u rameroutoB

M €l oy

n3

TeIuMHOUHAA HUTH

Puc. 3. Cxema cTpocHHUs MBUIPHHUKA (&) M TONEPCUHBIA CPe3 BLIb-
uuka Lilium philadelphicum (no MaremBapu,1954) (0).
Oo6o3nauenus: [13 — meutbiteBoe 3epHO, [IM — HBUIBIIEBOW MEIIOK,
CII — cocymuctsrif mydok, CB — cBs3HUK, T — Tametym, CpC — cpen-
HUH ciI0H, DH — sHA0TEnHH, O — sruaepMuc, CT — CTOMHYM.

B mBUTBHUKAX ¢ CeKPETOPHBIM TalleTyMOM B CaMOM Hada-
Jie Meii03a MEXKIIETOYHOE TIPOCTPAHCTBO THE3/1a 3arOIHIeTC s
KHUIKOCTBIO, COCTaB KOTOPOH TOCTENEHHO HW3MEHSETCS
(Pacini, 2010). XKXuakocTs OKpy»X)aeT MUKPOCIIOPHI U TTHLIBIIE-
BbIC 3€pHAa W ONOCpPEAyeT B3aUMOJICHCTBHs TramMeTopuTa M
criopodura.

CTeHka MBUIBHUKA M CBSI3HUK OCYIIECTBISIIOT (DYHKIIUIO
TPaHCIIOPTa aCCUMHJISITOB M3 TKaHEH cropodura B THE3/0, HO
BMECTE C TEM OHH UTPAIOT POJIb (PU3HOIOTHUECKOTO «Oyhepar
B CHAOXEHUM MYKCKOTO rameropura caxapamu. ITo OBLIO
HAIJSHO TIOKAa3aHO C WCIIONB30BAaHHEM KYJIBTYp in Vitro
(Clement, Audran, 1995). M3onupoBaHHbIC THUIBLIEBBIC 3epHA
Lilium sp. pearnpoBaJii Ha yBeJIMYCHHE KOHLIEHTPAIMU caxa-
pO3bl B MHUTATENbHOM cpene H30BITOYHBIM aMHIIOTEHE30M.
JInmeHHbple eCTeCTBEHHOro (PU3UOJIOIMYECKOTO U aHATOMUYe-
CKOTO OKpPYKEHHsI, OHH OCCKOHTPOJBHO HArpyXajHuch Kpax-
MaJOM W TEpsM CHOCOOHOCTh K mpopacTanuio. Ecim ke
KyJbTUBUPOBAIIN LeJbe TIBUTBHUKHU, TO J00aBICHHE U30BITOY-
HOW caxapo3bl HE Hapyllajlo pa3BUTHE MbUIBIEBLIX 3EPEH.
CreHKa MBUTbHAKA U CBSI3HUK B 3THX YCIOBHIX aKKyMYJHUPO-
BaJIM KpaxMall U PAacTBOPHMBIC caxapa M OTPaHUYMBAIN HX
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1. MI/IKpOCHOpa U MbUIBLIEBOC 3€PHO A0 ONbUICHUSA

MOCTYIUIEHHUE B THE3/10. TeM caMbIM OCYIIECTBIISIICS KOHTPOJIb
JOCTYITHOCTH CaXxapoB Ul raMeTo(uTa.

ITo mepe muddepeHMaMN NBUIHUKA YBEIHIMBACTCS
o0beM raesna. K MOMeHTy packpbIBaHUS IBUIBHUKA 3TOT 00b-
em y munun (Lilium sp.), Hanpumep, coctasisieT okoso 30%
ot o0bema nputbHUKa (Clement et al., 1998).

CrnoxHasi MOCJIEIOBATEIBHOCTD MPOIECCOB MOATOTABIIH-
BaeT pacKpbIBaHWE MBUILHUKA M BbICHINaHKue MbUIbIB (Wilson
et al., 2011). Buauane mereHepupyeTr CpeaHUI CIIOH MBIILHUKA
U TareTyM, W yBeJIH4YHBaeTcs o0beM KIETOK sHpoTenus. B
KJIETKax SHIOTENHUs] U CBSI3HHMKA (HOPMHUPYIOTCS JUTHUDHUIIN-
poBaHHBIe BTOpHuYHBIEe cTeHKH (Scott et al., 2004). DToro He
MPONCXOIUT B CTOMHYME H CEITe — MEPEropojKe, pa3iesio-
miel 1Ba THe37a OJJHOM TekH (MTOJIOBUHKM) MbUTbHKUKA. B THE3-
Jie TIBUTbHHUKA B 9TO BPEeMs IPOXOJUT MUTO3 MUKpOcTOpkL. [To-
CIIe 3TOTO CeNTa JIM3UPYETCs, 1Ba THE3/1a CIMBAIOTCS, U TTHIIb-
HUK CTaHOBHUTCS ABYXTHE3OHBIM (OmiokyisspHeIM). M Hako-
Hell, THOHYT KJIETKH CTOMHYMa, W TBUIBHUK B 3TOM MeCTe
BckphiBaetcs (Goldberg et al., 1993). Tak packpsiBatorcs,
HampuMep, TbUIbHUKU Arabidopsis m Tabaka (Scott et al.,
2004).

Korna u3 rae3na ncyesaer *KUAKOCTh U 00€3BOKHUBAETCS
CTEHKa NBUILHHUKA, CO3PEBIINE IBUIBIEBBIC 3epHA YAaCTUYHO
JeTUAPATUPYETCS.

O0e3BOKMBaHNE CTEHKH MBUIBHUKA Y HEKOTOPBIX BHIIOB
MOXeT OBITh OTYACTH OOYCIIOBJIEHO MCIIAPEHUEM BOJBI Yepes3
YCTBHIIA, PACIOJIOKEHHBIE Ha aTaKCHAJIbHOW CTOPOHE MBLIb-
Huka. OJJHAKO B KauecTBE OJHOTO M3 TIIaBHBIX MEXaHHU3MOB
00€3BOKMBAHUS PACCMATPUBAIOT TIepepacipeielieHue BOIbI B
MBUIBHUKE U €€ OTTOK Yepe3 COCYIHUCTHIC ITyYKH 110 HalpaBlie-
HUIO K ocHOBaHuIo 1BeTKa (Wilson et al., 2011).

WzyueHne BOAHOTO CTaTyca MbIILHUKA TOMAaTa BBISBUIIO
i epeHInaIbHyI0 KapTHHY €ro JeTHApaTaluyd H JOKallb-
HOE CHIDKEHHHM COJIepKaHus Kpaxmaia B cBsi3HHMKe. Kak mosna-
rarT, Kpaxmai MpeBpalacTcsi B caxap, 4YTo MPUBOAMT K yBe-
JMYESHUIO OCMOTHYECKOT0 MOTEHIIMANA B 9TOH 30HE W MHIYIH-
pyeT JeruapaTanuio cocemHux obiacteid. B sTom mpormecce
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Yacts 1. Pa3Burre criop u rameroutoB

MOTYT YYacTBOBaTh OE€JKH IUIa3MajeMMBbl, TPaHCIIOPTHPYIO-
e caxaposy (AtSUCI), koTopble HAKaIUTHBAIOTCS B ITBLIb-
Huke Arabidopsis Bokpyr cBs3uuka (Wilson et al., 2011).

TpaHcmokanusi BOABI B PACTUTEIBHBIX TKAHIX MOXKET H]I-
TH O TuIa3MojecMaM Wiu 4epe3 aksamopunbl PIP (Plasma
membrane Intrinsic Protein) — uHTerpajibHble MeMOpaHHBIC
Oenku TrazManeMmbl. CrienmupuIHbIe TeHBI aKBAIIOPHHOB 00-
HapyKeHbl B TBUIHUKAX Brassica, Solanum chacoense n
Nicotiana tabacum (O6pydeBa, CunbkeBud, 2010). bemkn
PIP2 nakannuBanuch Ha MO3HUX CTAOUSX PA3BUTHUS MbUIbHU-
Ka Tabaka. 3amamuuBaHue reHa PIP2 BBI3BIBANO 33JEPKKY
pacKpbIBaHUS MBUTLHUKOB, YTO YKa3bIBae€T Ha y4acTHE aKBa-
[IOPUHOB B UX 00€3BOKUBAHUU.

CJH0XHOCTB PEryJsLUU PACKPbIBAHUS MbIJIbHUKA BISBIIS-
eTcs MpY aHajii3e BKJIAAa B ATOT Ipolecc TopMoHOoB. Hccre-
nOoBaHHE MYTaHTOB Arabidopsis Tiokazano, 4To JUIi HOpMalb-
HOTO Pa3BUTHS THIYMHKHU, PACKPHIBAHUS IBUILHUKOB M 00pa30-
BaHUS (PepTUIBHON MBUIBLBI HYXHBI JKACMOHOBAs KHUCIIOTA,
ayKcwH, THOOepeioBas Kucinora u MuToknHuH (I eparieHkos,
PoxnoBa, 2013; Song et al., 2013). Haubonee n3y4eH aykcuH
(MYK, nngonun-3-ykcycHast kuciora). Ero xoHueHTpamus B
NbUIbHUKAX Arabidopsis Bo3pacTana, HaYUHas C IPEMEHO3HON
WIM MEWO3HOH CTaauy, NOCTUrajga MakCUMyMa Ha CTaauu
MHUKPOCTIOPBI U CYIIECTBEHHO CHM)KaTach OKOJIO MHUTO32 MHUK-
pOCHOpBI, KOTAA TPOUCXOIUT JIMTHU(GUKAIMS SHAOTCHHUS
(Cecchetti et al., 2013). B 6unokymsipHOM TBUTFHUKE OTMEYe-
HO JanbpHelee cHkeHue copepxkanusa MYK. V myraHTOB,
neeKTHBIX o nepuenuuu aykcuHa (afbl-3 u TpoHHOTO My-
taHTa tir 1afb afb3), nurHuduKaus HI0TENNS, PACKPhIBAHNES
NBUJIBHUKA W CO3PEBAaHUE MBUIBLEBBIX 3€PEH MPOUCXOIUIN
MPEXICBPEMEHHO, a YJIMHEHUE THIYMHOYHONH HUTH OBLIO He-
JIOCTaTOYHBIM, [0 CPABHEHHIO C PACTEHUSIMH JUKOTO THUIIA.

Kak monararor, aykCHH NpenoBpalaeT NpeKICBPEeMEH-
HYI0 JTUTHU(UKALUIO SHAOTELHs, PEerpeccupys I'eH, KOHTPO-
sgupytommii 3ToT nporece (MYB26) (Cecchetti et al., 2013).
Ha nocneanux cragMsx pa3BUTHS MBbUIBHUKA, KOT/Ia KOHIICH-
Tpalusl ayKCHHA YMEHBIIAETCS, CHUMAETCsl OJIOKUPOBAHHUE
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1. MHKpocnopa U MbUIBLIEBOC 3€PHO A0 ONbUICHUSA

reHa MYB26, u 3amyckaercs JurHuuKaiys sagorenus. O-
HOBPEMEHHO YBEJIMYMBAETCS JKCIPECCHsI TE€HOB, KOHTPOJIH-
pYIOIIUX CHUHTE3 >XKacMOHOBOHM KucioThl. [locnemyromas Je-
TUpaTalUs DHIOTEUHUs NMPUBOAUT K JIedopMaluu MbUIEHUKA
M3-32 TOTO, YTO YacTh €r0 CTCHKH JIMTHU(DHUIIMPOBAHA, a JIPy-
ras — HeT. BO3HHKAIOT MEXaHWYECKHE CHJIBI, TIOTHOCTHIO pac-
kpbiBaromue cromuyMm (Cecchetti et al., 2013; Scott et al.,
2004). U3 packpbIBHIErocs TBUIBHHKA BBICBOOOXKIAETCS
MIBUTBIIA, TOTOBAS JIJIS OTIBIJICHHSL.

HopMmanpHOe pa3BUTHE MBUTBIEBHIX 3€PEH CTPOTO COTIIA-
COBaHO C Pa3BUTHEM U pPacKpbiBaHHEeM IbUTbHUKA. OIHAKO
M3y4eHHEe Tabaka ¢ MYXKCKOW CTePUJIBHOCTBIO IMOKA3aJio, YTO
MPOIIECC PACKPHIBAHUS TBUIBHHUKA MPOXOANT BCE TOCIIEI0BaA-
TeJbHBIC CTAIUK, HECMOTpPS Ha OTCYTCTBHE NBLIBIBI M Tare-
tyma (Goldberg et al.,1993). D10 03HavaeT, YTO pean3anus
TAHHOH TPOTpaMMBI He TpeOyeT CHTHAJIOB OT TaMeToduTa.

O0mme 3aKOHOMEPHOCTH Pa3BUTHS MUKPOCTIOPHI
1 NBLIbIEBOr0 3epHa

ITocne wmelio3a MHUKPOCIIOPOIIMTA YETHIPE TaIlJIOUJAHbBIC
KJICTKM BHaYajie OCTAlOTCs Moj oOIell 000JI0uKoH, 00pasys
TeTpasl Mukpoctop (Puc. 4).

Puc. 4. Tetpaga MuKpocmop
Nicotiana tabacum, COM.
CHUMOK JTF00€3HO Tpeo-
crapieH C.B. [loneBoBoii.

B terpanax HaunHaercs GOpMHUPOBAHUE HAPYKHOTO CJIOSI
000JIOYKH MBUTBIIEBOTO 3epHA — CI0KHO CKYJIBITYPHPOBAHHON
sk3uHbl. [log aelictBueM (EepPMEHTOB, KOTOPHIC CHUHTE3UPYIOT
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KJIETKH TareTyma, 000JI0uKa, OOBEIUHSIONIas MUKPOCIIOPHI,
paspymiaercs, U CBOOOJHBIE MHKPOCTIOPHI BBIXOST B THE3/O
MUKPOCTIOPAHTHS.

Mukpocropsl MOTYT TPOAOJDKATh CBOE Pa3BUTHE B CO-
CTaBe TeTpaibl ¢ 00pa30BaHUWEM TETPAJIbl MBUIBIIEBBIX 3epeH
(Puc. 5). Oro sBnenne onmcano moutu y 600 BUIOB pacTCHHIA
n3 52 cemeiictB. Takume TeTpambl MOXKHO BCTPETUTH Y OJIHO-
JONMBHBIX W JABYJOJBHBIX, HA3eMHBIX U BOJHBIX PACTCHHIA,
0OHTAOMNX MPAKTHIECKH Ha BceX KoHTHHEHTax (Copenhaver,
2005). Y Arabidopsis thaliana ibuTbLIeBBIE TETPaAbl BOZHHUKA-
10T BCJICICTBUE MYTallUK quartet, 0 KOTOPOH OyaeM roBOpUTH

HUMXKE.

Puc. 5. TeTpaga nbulbLIEBBIX 3€PEH
rpymasku Pyrola rotundifolia
(cem. Ericaceae). CHUMOK Jir00€3-
Ho nipenoctasiieH C.B. [Toneso-
BOM.

Cxemarnueckas KapTHHA Pa3BUTHS MYKCKOTO raMeTo(u-
Ta TOKPBITOCEMEHHBIX PACTEHU MpeCTaBICHA Ha PUCYHKE O.
B mukpocnope pacteT KpymHas Bakyoulb, a SIpo HepeMeriacT-
cst Ha epudepuro. [lonspr3oBaHHasi MUKPOCTIOpA BCTYIAeT B
ACMMMETpUYHBIN (HepaBHBIN, Au((dEepeHIUPYIOUIH) MHTO3,
TaK Ha3biBaeMblH, | meuibneBoil MuTo3 (Twell, 2002). On npu-
BOAHUT K OOpa30BaHUIO MYKCKOTO Tamerodura (TBLIBIIEBOTO
3epHA).

JIBYXKIIETOYHOE TIBUIBLIEBOE 3E€PHO IMOKPHITOCEMEHHBIX
pacTeHuii — 3TO yHMKajbHAash KOHCTPYKLHS, [TOCTPOCHHAS II0
TNy Knerka-B-kierke (Borg, Twell, 2011). [loutu Bes uuto-
T1a3Ma J0CTaeTcst OOJBIION BETETATUBHOW KIIETKE C KPYITHBIM
maddy3HeIM siapoM. Ee Ha3pIBarOT Takke KIETKOH TPYOKH,
T.K. T7IaBHast ee QyHKIHSA — HOPMHUPOBAHUE TBUTBIIEBOU TPYO-
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KH U JIOCTaBKa CIIEPMHEB K SHUICKIeTKe. BHYTpH 3TO# KIeTKH
pacrioylaraeTcsi MalieHbKas TeHepaThBHas (raMETOTeHHas)
KIIETKa C KOHJCHCHPOBAHHBIM XPOMATHHOM, MAJIbIM YHCIOM
OpraHesll ¥ 3anacHbIX BemlecTB. OHa IeIUTCs ¢ 00pa3oBaHUEM
JIBYX CIICPMHCB.

Puc. 6. Cxema pa3BUTHS MYXCKOTO raMeTO(HUTa MOKPHITOCEMEHHBIX
pactenuii (mo MaremmBapu, 1954). A — paHHsIsS MuKpocriopa, b —
BaKyOJIN3UPOBaHHAsl MUKpocriopa, B — nenenne mukpocmopsl, I' —
paHHee MBIIBLIEBOE 3€PHO, TCHEPAaTHBHAS KJIETKA TpHKaTa K CTCHKE,
Jl — reHepaTuBHAsl KJIETKa OTXOAWT OT CTEHKH, E — reHeparmuBHas
KJIETKa ¥ SIPO BETeTAaTHBHOM KJIETKH B IICHTPE IMBUIBIIEBOTO 3€pHA,
K,3 — nenenue reHepaTUBHOM KJIETKH B TPEXKICTOYHOM IBUTBIICBOM
3epHe ¢ oOpa3oBaHMeM IByX crnepmues, U,K — nenenue renepaTtus-
HOM KIJISTKH B NBLIbIIEBOW TPYOKE (IBYXKIJIETOUHAS IBUIBIIA).

[IpumepHo y 25% HU3y4yeHHBIX I[BETKOBBIX PACTEHHM Je-

JICHUC FeHepaTHBHOﬁ KIICTKH HOPOUCXOAUT OO IPOpaACTaHUA
MbUIbLBI, W3 TMBbUIBHUKOB BBICLIIIAOTCATCA TPCXKICTOYHBIC
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MBUTBIEBBIC 3epHA, Kak y Arabidopsis thaliana (Puc. 63). Y
octaibHbIX 75% pactennid, Bkmtouas Lilium longiflorum w
Nicotiana tabacum, TBUTBLIEBBIE 3epHA JIBYXKJICTOUHBIE, CIIEp-
MUU Y HUX 00pa3yroTcs B IbLIbIIeBON TpyOke (Puc. 6w, k).

MukporamMeTopuT TOJIOCEMEHHBIX MpeTepreBaeT 3-5
(penko 0oJBIIIe) MUTO30B, B YHCIIE KOTOPBIX €CTh M HEPaBHBIC
(Pacini et al., 1999). ¥ coCHBI ¥ THHKIO U3 MUKPOCIIOPAHT'HEB
BBICBITIACTCS YETHIPEXKIICTOYHAS TIBUIBIIA, Y CEKBOMM — JIBYX-
KIIETOYHAs, Y MOJMOKEBEIbHUKA — OJHOKIeTouHas. CriepMuu
BO BCEX CITyJasix 00pa3yroTcsl TOIBKO mocie ompuieHus (Pacini
et al., 1999). V OGonpmmHCTBa mpeacraButelieli Pinaceae
meiiblia cakkaTHas. Cakkychl (BO3IYIIHBIE MEIIKH) — 3TO
0oJBIIME TIONTBIE BRIPOCTHI, 0Opa3zoBaHHBIE dK3uHON (Puc. 7).
Umncno BO3AYIIHBIX MEIIKOB, pa3Mepbl MBUIBLEBBIX 3€peH U
YHCIO MUTO30B B XOJ€ Pa3BUTHs TaMeTo(uUTa, BapHaOeIbHbI
(Williams, 2009).

Mernku

00006

Puc. 7. CakkaTtHOE (MEIIKOBOE) MBLTBIIEBOE 3€PHO COCHBI Pinus pu-
mila. COM. Caumok mro6e3no npenoctasicH C.B. [ToneBoBoid.

B mnpomecce cBoero pasBUTHS B MHUKPOCIOPAHUTHSAX
MBUIBLEBBIE 3€pPHA MOKPBITOCEMEHHBIX U TOJIOCEMEHHBIX pac-
TEHUH (OPMHUPYIOT YHHKAJIbHYI0 MACCHBHYIO OOOJIOYKY,
HAKaIUIMBAIOT TMPOTEKTOPHBIC BEIIECTBA, HEOOXOIUMBIEC JIIsI
3alIUThl HACJEACTBEHHOIO MaTepHaja, M TOTOBST PECYpChI
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s Oynymero pocta nbuiblieBol TpyOku (Blackmore et al.,
2007; Borg, Twell, 2011). ['oToBOE K OMBUICHHUIO MBUILIIEBOE
3€pHO — ATO METa0OIMUECKH HEAKTUBHBIN CHIILHO 00E3BOXKEH-
HBI OpraHu3M, coJiep:KaHue BOJbl B HeM cocTaBiseT 8-30%.

(I)opanOBalme 000JI0YKH NbLIbLIEBOT0 3€pHa

CH0XHO ycTpoeHHas: 000JI04Ka MBUIBLIEBOIO 3epHa (CIIo-
poaepMa) COCTOWT W3 IBYX MacCUBHBIX cioeB (Puc. 8) —
Hapy>KHOW SK3WHBI M BHYTpeHHEH HMHTUHBI. Korma mbuibia
MOKPBITOCEMEHHBIX PACTEHUI BBICHINIACTCS M3 MBUTBHHUKA, MO-
BepX PK3WHBI OHA TIOKpHITa cioeM (pollen coat) TanetampHOTO
MPOUCXOXKICHNS. BOTAHUKHM HA3BIBAIOT €0 TOJJICHKUAT WITH
TpuduHa, MoCTAEeTHsSI BKIIOYAET MPOAYKTHI ACrpajiallii Tare-
TyMa. B ¢usnonorun umeercs TCHJCHIUS K HCIOJIb30BAHHIO
obmiero tepmuna — tpuduna (Blackmore et al., 2007).

a 0 i B
5 pum
Tekty™m i
= «
3 3,
= & Tpudmua
B a -
=
m 3 o
INoacTunaromnuii cnoi

DHJIPK3UHA

HutHHa
™M

Puc. 8. Crpoenne croponepmer. (a) ObobmenHas cxema, (6) TOM
cniopoaepMbl Nicotiana tabacum (CHUMOK JII00E3HO IMPEAOCTaBICH
C.B. TloneBoBoii), (B) M30JUpOBaHHbIE SK3WHA (BHU3Y) U WHTHHA
(BBepxy) Lilium longiflorum. O6o3uauenus: T — trektym, [1C — mox-
CTHJIAIONIUH CJI0H, D — 3HIPK3UHA, b — 6akymna, I — nHTHHA.

Kannosnas obonouka

MUKpOCIIOpOIIUTEl  OOJBIIMHCTBA  TTOKPBITOCEMEHHBIX
pacTeHuii 10 Melo03a WM B CAMOM €ro Hadaje CEKPETHPYHOT
kamto3y (Blackmore et al., 2007). OHa oTkIIagpIBaeTCs Ha TO-
BEPXHOCTH TUIA3MAJEMMbl MOJ MEPBHUYHON CTEHKOW MHKPO-
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cnoponura. Kamnosnas 000104ka, 00beAMHAIONIAs TPOIYKTHI
Mei03a, ITOCTETICHHO YTOJIIAEeTCs, a B KOHIIE Meio3a Gopmu-
PYIOTCS MEXCIIOPOBbIE KaJUIO3HBIE CTEHKH, pa3felisioniie oT-
JenbHBIE MHKpOCTopbl B TeTpane (Scott et al., 2004). Hop-
MaJIbHOE Pa3BUTHE TETPaJ 3aBEPILIACTCS Pa3pbIBOM KAJIIO3HBIX
006004eK 1 BEICBOOOXKIeHreM MHUKpoctiop (Puc. 9).

Puc. 9. Terpaga mukpocnop tabaka Nicotiana tabacum, OKpyKeH-
Has KaJUTO3HOH 0005I09KO# (@), BBIXOJ MHKPOCTIOP M3 KaJUIO3HON
0007109KH (0), MEKPOCITOPHI, TOJBKO YTO BBHIIIEAIINE U3 TETPAIHI (B).

XapakTepHasi 0COOEHHOCTh KaJT03bl — OBICTPHIN CHHTE3 U
obicTpas nerpaganus (I'oprikosa, 2007). DToT momucaxapuj
UTpacT BaXKHYIO POJIb B PENPOILYKTHBHOM Pa3BUTHUH CEMEHHBIX
pacTeHuii, HO Kajul03a OOHAPY)KUBAETCS U B KJIETKAaX BereTa-
TUBHBIX OpraHoB. OHa MOXET CIy)KUTb BPEMEHHOM KJIETOY-
HOW CTEHKOW IMpH KJIETOYHBIX JENICHUSX WM PETYJIHPOBAThH
MPOIYCKHYIO CIOCOOHOCTH MmiiazmozecM. Kanosa oTkianeiBa-
€TCs B CUTOBHIHBIX 3JIEMEHTAX U MapeHXUMHBIX KJIETKax Ie-
pen omaneHueM JmucTheB (D3ay, 1980). OTiokKeHHE KaI03bl
MIPOMCXOJIUT TAK)KE B OTBET HAa IOPAHEHHE U CTPECCHI.

Kammoza mpencrasisier co0oi BOIOHEPACTBOPUMBIN JTH-
HelHbli  roMomonumep  B-(1—3)-riokaH ¢ OCTaTOYHO
amop¢Hoii cTpykTypoil. CHHTE3 KaJIO3bl KaTalu3upyeT ¢ep-
MEHTHBIH KOMIUIEKC, aCCOLMHPOBAHHBIA C IUIA3MaTHYECKON
MeMOpaHO#. ['7aBHBIM €ro KOMIOHEHT — TpaHcMeMOpaHHBIN
0eJIOK KaJI030CHHTa3a, CyOCTpaToM JUisi KOTOPOW CITYXKHT
UDP-riroko3a. JIBe pa3Hble HCCIEN0BaTENbCKUE TPYIIIBI, KO-
TOpBIC M3YYaJd CHHTE3 KaJulo3bl y Arabidopsis, moutu ogHO-
BpemeHHo B 2000 — 2001 romax omyOiMKOBanu JaHHBIE 00
uneHtudukanmu 12 reHOB Kayuto3ocuHTasbl (Jiang et al.,
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2013). M3-3a 3TOTr0 BO3HUKIIO JIBa CIIOCO0Oa 0003HAUCHUS ITHX
redoB: CalS (AtCalS1-AtCalS12) ot «callose synthase» u
AtGSLI1-AtGSLI12 ot «glucan synthase-like». Msl OymeM wuc-
TI0JIb30BaTh BTOPOW CIIOCOo0.

OTnoxeHne KaJIo3bl MO MEPBUYHON KIETOYHOW CTEH-
Kol Mukpocmnopouurta Arabidopsis kouTponupyer ren GSL2
(Jiang et al., 2013). Y MyTaHTOB C YMEHBIIICHHBIM KOJIHYE-
CTBOM KaJlJIo3bl B MUKpOCHoponuTax (gs/2) Meiio3 mpoxonuT
0e3 HapyIIeHWH, U MHKPOCIIOPHI OJIaroMOJIyYHO BHICBOOOXK-
nmatorcsi u3 Tetpand. Jedexkr oOHapykmBaeTcs TO3Ke, KOrjaa
KJICTOYHBIH 00BeM pe3ko yBenuuuBaercs. OOpasyroTcs me-
(hopMHUpOBaHHBIE THUIBLIEBBIE 3€pHA, KOTOPBIE JIETKO B3pHIBa-
orca. POpMHpPOBaHME MEKCIIOPOBBIX KaJUIO3HBIX O00OJOYEK
KOHTpONUPYIOT nBa reHa GSLI u GSL5. Y NBOWHBIX MyTaHTOB
Arabidopsis o 5TUM TeHaM OTCYTCTBYIOT KaJIJIO3HBIE CTEHKH,
pa3IenIonue MAUKPOCTIOPHI B TETPaJax, W HApyIIIEeH MpoIiece
WX paclaia W BBICBOOOXKIEHUS MHUKpocrop. Kak momararor,
9TH JBa T'€HA WIPAIOT BaYXKHYIO POJIb M Ha MOCIEAYIOIUX CTa-
JTUSIX Pa3BUTHS TTBUTBIIEBBIX 3€PEH.

B pactBopernn kamio3HOW 000I0UKH TETPAbl yIaCTBYET
KaJu1a3a — KoMmiuieke B-1,3-rmokanas (9K30- M SHIOTIIIOKAaHa3),
KOTOPBIC CHHTE3UPYIOT KJIETKH TameTyMa. JHIOTIIOKaHa3bI
aTaKylT BHYTPEHHHE CBSI3U MOICKYISAPHBIX menei B-(1—3)-
TIIIOKaHOB C 00pa30BaHMEM CMECH KOPOTKHX OJIMTOTITIOKO3H-
JI0B. DK30TIIIOKaHa3bl 110 OJJHOM OTPe3aloT OT HHUX TIIOKO3HbBIC
€IMHULIBI, TIPOJI0IDKAS MPOLIECC AeTpajaliy Kamio3sl (Jiang et
al., 2013). B panneii pabdote Stieglitz (1977), xotopas no cux
II0p COXPaHMJIA CBOIO aKTyaJbHOCTb, B OKCIIEPUMEHTAX in Vitro
OBUTH TPOTECTUPOBAHBI AK30- M DHIOTIIOKAaHA3Has (hpakiuu
9KCTPAKTA M3 MBUIBHUKOB JTWINU L. tigrinum, L. speciosum u
ruOpuAHBIX copToB. OKa3anoch, YTO Pa3phiB KaIJI03HON 000-
JIOYKHU 00ECTICUMBACTCS DH/IOTITFOKAHA3aMHU.

Kammaza nomkHa CHHTE3UPOBATHCS B TAlleTyME B HY)KHOE
Bpems (Scott et al., 2004). PaccornacoBanue mporeccos, mpo-
HUCXOOAIUX B PCIIPOAYKTUBHBIX KJIIETKax M TArl€TyME, IPUBO-
TUT K HapymeHuto (epTUIbHOCTH MBUTBIEL. [Ipumepsr sToMy
MOKHO HaWTH Y paCTeHHUI METYHUH U COPTO C IUTOILIa3MaTH-
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YEeCKOH MYKCKOH CTEPHIBHOCTBIO (LIMC), JUISI KOTOPBIX Xapak-
TEPHO HPEXICBPEMEHHOE WM 3alla3fbIBalollee PacTBOPEHUE
KaJJT03bl. Y TPAHCTEHHBIX PACTEHUI Tabaka ¢ TpeKIeBPeMEH-
HOW CHHTE30M Kalla3bl Hapyllaloch (POPMHUPOBAHUE SK3UHBI,
U MHUKPOCTIOPBI JIOMAJIHCh BCKOpPE IOCJIE BBIXOAA W3 TETPai
(Worrall et al., 1992).

OnHaKo MUKPOCIHOPBI yISPKUBAIOTCS B TETPaJe HE TOJIb-
KO KaJuto3HOH obonoukoit. Terpansl Arabidopsis ne pacnana-
JINCH TTOCIIe 00pabOTKU B YCIOBUAX in Vifro OYWIIICHHOW Kall-
Ja30H, XOTs Kajulo3a IpU 3TOM MOJHOCTBIO AerpaaupoBaia
(Jiang et al., 2013). Okazanoch, YTO HY)KHO PaCTBOPHUTb CIIE U
MEPBUYHYIO KIETOYHYIO CTEHKY, KOTOpasi OCTallach CO BpeMeH
MUKpoctioporta. MccnemoBanne MyTaHTOB — Arabidopsis
quartet (qrt), y KOTOPBIX HapylIeH STOT MPOIECC, BBIIBUIO
HEOOXOIMMOCTh COTJIACOBaHHOH paboThl Tpex reHoB (QRT1I,
ORT2 w QRT3), KOQUPYIOMHAX NEKTHHMETHIICTEPA3y U JBE
nonmranaktyponassl (Jiang et al., 2013). Oto o3HadaeT, 4TO
JUTSL pacrajia TeTpaj 1o KpaitHei mepe y Arabidopsis, HeoOxo0-
IUMO THAPOJIN30BaTh KAaK KaJIJI03y, TaK U NEKTHHBIL.

Brinenenue rugponuTuyeckux (pepMeHTOB KIETKaMH Ta-
neTymMa — 3T0 Heo0XOoAMMOe, HO HE JOCTATOYHOE YCIOBHUE
CBOEBPEMEHHOT'0 pacliajia TeTpaj M BHICBOOOKACHUS MUKPO-
CHop. AKTUBHOCTb KaJulasbl in vifro 3aBUCUT OoT pH okpyxa-
IoLIeH Ccpelbl U, CIIEJ0BATEIbHO, MOXKET PETYJIHPOBATHCS CO-
CTaBOM JIOKYJSIPHOW JKUAKOCTU. JTa ujaes Oblia BbICKa3aHa
eme B Hayasie 70-X ro10B HA OCHOBAHUU MCCIIEOBAHUS MbLIb-
HUKOB METYHMH C pa3luuHbiMH Bapuantamu IMc (Izhar,
Frankel, 1971). ¥V ¢depTHIbHBIX pacTeHUH BeTUYHNHA JIOKYIISIP-
Horo pH cHmkanach K KOHILY CTaAuU TETpaJ, KOraa Kajula3Has
aKTHUBHOCTDH Obllla MAaKCUMAaJIbHOH. Y pacTeHHH C IMC CHHKe-
HUE JIOKYJSIpHOTO pH mpoucxonuiio npexaeBpeMEHHO HIIH C
OI03/IaHNEM. B COOTBETCTBUM C 3TUM CIBHUTAJICS MaKCHUMyM
KaJUla3HOW aKTMBHOCTHU M BpEMs pacmaja TeTpas.

Ha coBpeMeHHOM METOAMYECKOM YPOBHE C IOMOIIBIO
MHUKPODJIEKTPOTHON TEXHUKH OBLT MOJTBEPKICH BBIBOJ 0 pH-
3aBUCUMOCTH Kaljia3bl U HApYLICHUSX IUHAMUKHU JIOKYJISPHO-
ro pH B meutkHUKax pactennii ¢ mMc (Winiarczyk et al., 2012).
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B sTOoM cityuae cpaBHUBANM CTepWIBHBIN BU Allium sativum,
KOTOPBII pa3MHOXKAeTCs TOINBKO BETETaTHBHBIM ITyTeM, ¢ (ep-
THIBHBIM Allium atropurpureum. OgHaKO KapTHHA OKa3ajach
CIIO)KHee, 4eM INpearnojarand paHee. Y (epTuibHOro BuAa
ObUI0 OOHapYXeHO TpH H30(OPMBI Kajia3zbl C pa3iIuYHBIMU
ontumymamu pH. Bo3amoxHO, kKakue-To U3 HUX HYXHBI Ha 00-
Jiee TIO3IHUX CTaIUsIX Pa3BUTHS MY)KCKOTO TaMeTo(uTa.

B pannmx pabortax oOcyxnanu 1Be TiaBHblE (YHKLIHUU
KaJJIO3HOH OOOJIOYKH: BO-NIEPBBIX, (HU3MYECKasT H30JIALHS
MHKpPOCHOPOIIUTOB OT TKaHEeH CIopo(uTa, Kaio3y Ha3bIBAIH
MOJIEKYJSIPHBIM (DUIIBTPOM; BO-BTOPBIX, YYacTHE KaJUIO3bl B
(hopMHpOBaHUH SK3MHBI U ACTEPMUHALIMHU TIOJIOKEHHS arep-
Typ (Blackmore et al., 2007).

[Ipennonoxxenne 06 M30IAMPYIOMIEH CIMOCOOHOCTH Kai-
JI03HOHM 000JIOYKH JI0 CUX TOp HE JloKa3aHo. bonee Toro, BbI-
CKa3bIBAJIMCh COMHEHHS B HEOOXOIMMOCTH H3OJIILHN MeHo-
IIUTOB M PaHHUX MHKpocnop. B oOocHOBaHWE NpUBOAMIN
MPUMEPBI PacTeHH, Y KOTOPBIX MHUKPOCIIOPOTEHE3 MPOXOAUT
0e3 00pa3oBaHMA KAJIO3HOH 000JI09KH. DTO, HAIIPUMEpP, MHO-
TOJICTHEE TPABSHHUCTOE PACTEHHE ApPOHHHK ANBIHUUCKUNA Arum
alpinum (Araceae), JPEBOBHJIHOE 3K30THUYECKOE pACTCHHUC
Pandanus  odoratissimus  (Arecaceae), MOpPCKHE TpaBbl
Amphibolis antartica m A. griffithii (Cymodoceaceae) u ap.
Hcxons n3 o0mux cooOpakeHHd 0 CBOMCTBAX IMOJIMCAXapU-
HBIX TTOJIMMEPHBIX CETeH, HET MPUYHH MPEATOoaraTh, YTo Kaj-
71032 MEHee NMPOHHIaeMa, YeM NepBIYHAs KIICTOYHAsK CTEHKA.

[MpencraBnenust 00 y4acTHH KaJUIO3HOW OOOJIOYKH B
(hOpMUPOBAHUU 3K3UHBI MOJYYWIA 00OCHOBAHUS U B KJIACCHU-
YeCKuX, U B COBpeMeHHbIX pabotax (Blackmore et al., 2007).
[ToxpoOuee 00 3TOM OyAeT cKa3aHO HUKE.

Oxr3una u anepmypul

CHHTE3 copomnoieHHHA U (JOPMHUPOBAHNE IK3UHBI

DK3uHa, HapyXHas 00OJIOYKA IBUIBLIEBOTO 3€pHA, 3aIUINAST
raMmeTopuT OT BO3JACHCTBUS HEOJAroNmpUATHBIX (HAKTOPOB
BHEIIHEH cpenbl — (PU3MUCCKUX, XUMHUYCCKUX W OHOIOTHYe-
ckux (marorenoB) (Blackmore et al., 2007). Ona obGecnieunBa-
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€T BO3MOXKHOCTH PacCHpOCTPaHCHHS MBUIBIEI Ha JOCTATOYHO
OOJIBIIIME PACCTOSHUS U CO3JIACT YCIOBUS JIJISI IPUKPETUICHUS
MBUTBIIEBBIX 3€PEH K «IOAXOJAIIEMY» PhUIbITy. Peanmnzarst
9THX (DYHKIUH OCTUTAaeTCs OJarogapsi 0COOBIM XUMHUYECKUM
CBOMCTBaM OMOITOIMMEPOB 3K3UHBI M €€ CTPYKTYPHOUN OpraHu-
3anuu. BakHy[0 poJib B 3TUX MPOIIECCAX UTPAIOT alepTypbl —
YYaCTKH MOBEPXHOCTH TBUIBIEBBIX 3€PEH, TJIe IK3MHA CYIIe-
CTBEHHO peIylUPOBaHa HIH OTCYTCTBYeT. VIMEHHO 3/1eCh BBI-
XOJUT W3 MBUIBLIEBOTO 3epHa MbUTbIIeBas TpyoOka (Puc. 10).

Puc. 10. Aneptyps! IBIIBIIEBOTO 3epHa Tabaka Nicotiana tabacum.
(a) — pyopecienTHas Mukpockomns, (6) COM, cHUMOK J1F00e3HO
npenoctasiieH C.B. [1oneBoBoil.

DK3MHA Yy MHOTHX PAacTCHUI MUMEET YHUKAIbHBINA penbed.
Oco0eHHOCTH €€ OpHAMEHTAIIMN UCTIONB3YIOT B Ka4eCTBE TaK-
COHOMUYECKUX NMPHU3HAKOB NPU M3YUECHUH COBPEMEHHBIX pac-
TEHUH ¥ B MAJICONAIMHOJIOIMH HPU aHAIM3E HCKOMAeMbIX
octaTkoB. OHaKo OOIMIMH IJIaH CTPOCHHMSI IK3UHBI y BCEX I0-
KPBITOCEMECHHBIX ~ PAaCTCHHH NPUHLUMIHMAIBHO  OJUHAKOB.
OO6byHO oHa cocTouT M3 ABYyX cioeB (Puc. 8). Hapyxublii
CJION — 3KTIK3MHA, €€ HAa3bIBAIOT TAKXKE CIK3MHA, BHYTPCHHUH
CJIOM — 3HJAPK3MHA, IO APYrod TEPMMHOJIOTMU HAK3MHA. [l
IBETKOBBIX pacTeHWW TUNHM4YHA OakynaTHas (MM CTOJIOHKO-
Basi, KOJIyMeJUIATHAsI) 3KT3K3uHa. OHa, B CBOIO OYepellb, MMOJ-
pasaensercs Ha BHENIHMHA MOKPOBHBIA CIIOM (TEKTyM), BHYT-
PEHHUI MNOJICTWIAIOUIMN CIIOW W paJuallbHO OPUEHTUPOBAH-
Hble Oakynbl (CTONOWKH, KOTyMerutel) Mexay HumHu (Black-
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more et al., 2007). Bapuauuu ¢opmbl, yucia u pa3MepoB dJie-
MEHTOB JKTIK3WHBI CO37aI0T THICSYH BUIOCTCHUPUUHBIX ap-
XUTEKTYPHBIX PpEIICHUH TOBEPXHOCTH TIBUIBIIEBOTO 3epHA
(Puc. 11). TekTyM 1 MOACTUIAFOINNN CIIOW MOTYT OBITH OoJiee
WIM MEHee HEeNpEepbIBHBIMH, MHOIJA MEXAy HOKPOBHBIM M
MOJICTHIIAFOIIMM CIIOSIMU PACIIONaratoTcsi He OaKyJbl, a rpaHy-
nel (rpanynsipHast 3kTak3uHa) (Hesse et al., 2009). Buytpen-
HUH CIIOW SK3MHBI, JOCTATOYHO TOMOI'€HHAS YHIPK3UHA, HETo-
CPE/ICTBEHHO TMPHICKUT K BHYTPEHHEMY CJIOK OO0OJIOYKH
MBIIHIIEBOTO 3epHA, HHTHHE.

Puc. 11. Pa3Hple ypoBHU CIOXHOCTH SK3HHHEL. (a) TOM 3K3MHEI Ba-
cunbka Centaurea cyanus (6) COM sk3uHBI ocota Sonchus arvensis,
() COM nmoBepxHOCTM NBUIBLEBOrO 3epHa TOMara Solanum
lycopersicum. Caumvku mro0e3no mpenocrasicHsl C.B. IloneBoBoit
(a, 6) 1 A.B. CMupHOBOIi (B).

OK3UHA TOKPHITOCEMEHHBIX U T'OJIOCEMEHHBIX PACTECHUI
COCTOUT MPEUMYIIIECTBCHHO W3 CIIOPOIOJUICHUHA. YHHUKAIb-
Hasl YyCTOWYHMBOCTh 3TOTO MOJIHMEpPa K PU3HMUYCCKUM U XHUMHUYe-
CKHMM BO3JICHCTBHSIM JIIa€T €ro TPYAHBIM OOBEKTOM IS HC-
cienoBannid. CUUTACTCS, YTO 3TO OJWH M3 CAMBIX MPOYHBIX U
JONITOBEYHBIX OPTaHWYECKHX MaTepHaliOB, CYIIECTBYIOIIUX B
npupone. Kak U3BeCTHO, MbUIbIA, TOYHEE €€ 3K3WHA, B MCKO-
MaeMBbIX OCTAaTKaX COXPAaHICTCS TOpaslo JIy4lle, YeM Apyrue
yactu pacreHuii (Ariizumi, Toriyama, 2011; Dobritsa et al.,
2011).
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CrioponiojuteHUH 00ecreunBaeT HE TOJBKO MeXaHHYe-
CKYIO TIPOYHOCTH JK3WHBI, HO M €€ BBICOKHH aHTHOKCHIAHT-
Hb1 toTeHnwaln (Puc. 12). DTo ¢cBOWCTBO SK3WHBI OBIJIO BBISIB-
JICHO METOAOM 3JIEKTPOHHOTO TapaMarHUTHOTO pe30HaHCa
(OIIP). Dx3uHa, BBIIENCHHAS W3 MBUIBIEBBIX 3epeH Tadaka
(Nicotiana tabacum) n o4MIieHHAs OT KOMIIOHEHTOB IPOTO-
IiacTa ¥ WHTUHBL, 3(PPEKTUBHO MHAKTHBHPOBAJA JaXe TH-
POKCHIIpaivKaji — OJUH U3 CaMbIX OMAcHBIX CBOOOJHBIX paju-
kajnoB (CmupHOBa U 11p., 2012). AHanu3 mokasai, 4To aHTHOK-
CU/IaHTHAs CIIOCOOHOCTh JK3WHBI CBSI3aHA C MPHUCYTCTBHEM B
COCTaBe CIIOPOTOJUIEHHHA OKCUKOPWYHBIX KHCIIOT, B YacTHO-
cTH, (hepyI0BOI KUCIIOTHI.

TEMPO DMPO
e, KOHTPOJIL
KOHTPOJIb
+«0OH
+ 3K3HHa

-OH]+ JK3HHA

Puc. 12. AHTHOKCHIAHTHBIE CBOMCTBAa 3K3MHBI Tabaka. JlaHHBIC
JIEKTPOHHOTO MapaMarHUTHOTO PE30HAHCa: YK3MHA BOCCTaHABIMBA-
eT HUTpoKCWIbHbIM pagukan TEMPO u uHakTUBHpYET THUAPOK-
CHJIpaJKall, 4TO BBIABIACTCA C IOMOINBIO CIIMHOBOM JIOBYIIKH
DMPO (mo ganusiM CMupHOBOH 1 Ap., 2012).

[Iponiecc GopMupoBaHust 3K3UHBI HAXOAUTCS MOJ JIBOW-
HBIM KOHTpOJIeM — rameTouTHbIM u crnopodurtHsiM (Black-
more et al., 2007). C ogHOH CTOPOHBI, OMOCHHTE3bl UAYT B
Ppa3BUBAIOIIEHCS MUKPOCIIOpE (MJIH JaKe B MUKPOCIIOPOIIHNTE),
a ¢ Apyro — B KJIETKaxX Tarneryma. IMeHHO 3]iech, B TaleTyMme,
MPOMCXOAUT OCHOBHOM CHHTE3 MOHOMEPOB CIIOPOINOJIICHHHA.
Mexanu3m 00pa3oBaHUs SK3UHBI BCE €llle MaJIO M3Y4eH, OJ[Ha-
KO C OTPENIENIEHHOCThI0O MOJKHO Ha3BaTh TPU BAXKHBIX €r0 CO-
CTaBISIIOIIMX: 00Opa3oBaHUE KaJUIO3HOW 000J0YKH, (POpMHUpPO-
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BaHUE MPHUMAK3UHBI U CHHTE3 TJIABHOI'O KOMIIOHEHTA 3K3UHBI,
CIIOPOIIOJIJICHUHA.

OO6pazoBanue HK3MHBI HAYWHAETCS, KOTJAa MHKPOCTIOpa
ellle HaXOAUTCSA B TeTpaje HOA TOJICTOM Kalulo3HOH 000104Y-
koil (Puc.13) u 3axaHuMBaeTCs OCIIE PACTBOPEHUS KaJJIO3bI U
BBICBOOOXKJICHUSI MUKPOCIIOp U3 TeTpal. Poib Kamuio3sl B 3TOM
Ipolecce AEMOHCTPUPYIOT MyTalluM ¢ HapyLIEHUEM €€ CUHTe-
3a WM TIPEeXIEBPEMEHHBIM pacTBopeHueM. Kak mpasuiio, y
MYTaHTHBIX PAaCTeHHUH yMEHbILEHA TOJIIIKMHA 3K3UHBI, U OHa
MMeeT yIpoIeHHyo cTpykTypy (Dobritsa et al., 2011). B mo-
CTaTOYHO BBIPAKEHHBIX CIy4asx OTO SBISIETCS MPUYHHOM
MY2KCKOH CTEpUIBHOCTH.

Puc. 13. Mukpocmiopa Nicotiana tabacum. (a) Ctagus paHHe#l TeT-
pamel — no Havyana (opmupoBaHus 3k3uHbL (0) Cramus cpenHeit
TETPajbl — IO BCEMY KOHTYPY MHKPOCIIOPBI BUIHBI OTIOKEHHUS CIIO-
ponosiennna. CHuUMKH J1r00e3Ho npenocrasieHsl C.B. [ToneBoBoi.

Bckope mocne 3aBeplieHHs Meio3a Ha IMOBEPXHOCTH
MHUKPOCTIOPHI TI07] KaJJIO3HON OO0OJOYKOM OTKJIa/IbIBaCTCS
npumak3uHa (Puc. 14). OHa coctout U3 GUOPHILIIPHOTO Ma-
Tepualia U BBITJISIUT KaK 3JIEKTPOHHO-IUIOTHBIN CJIOM, pacmo-
JIO)KEHHBIM MEXIY IIazMaieMMoi u kamio3zod. Luroxumuue-
CKMI aHaJIM3 BBISIBUI B €€ COCTaBE HEUTPAIBHBIE U KHCIbIC
MOJICAaxapyibl, HEKOTOPOE KOJIMYECTBO OCIIKOB W IEILTION03bI
(Ariizumi, Toriyama, 2011).
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Kannoza

[TpoGakyna
TTpumok3nHa

Puc. 14. ®opMupoBaHue SK3UHBI MBLIBLEBOTO 3epHa Tabaka Nicotia-
na tabacum. (a) Hayamo o0Opa3oBaHus MpoOaKkysl B MpUMAK3HHE. (0,
B) OTJIOKEHHE KOMITOHEHTOB CIIOPOTMOJIJICHHHA M €ro TOJIMMEpU3a-
U IPOIOIDKAIOTCA Ha CpeAHEH TeTpaaHo# cTamuu. Ametonun3 (B)
BEIMBIBACT YaCTh KOMIIOHCHTOB, BEIABILIA aXKyPHYIO CTPYKTYPY dJIe-
MEHTOB 3K3UHBI. (T, 1) DK3MHA 3peJIoro MBUIBLIEBOTO 3epHA. AIETO-
73 (1) He U3MEHSET CTPYKTYPY DJICMEHTOB SK3MHEI TI0 CPABHEHHIO C
KOHTPOJBHBIM TIpernapaToM (r). CHUMKH JTI00E3HO MPEeIOCTaBICHBI
C.B. [ToneBoBoii.

Y MHOrux pacTe€HUil Mocie OTJIOKEHUS] TPUMAIK3UHBI U3-
MEHSeTCs KOHTYp IUTa3MaJIeMMbl — U3 TJIJKOH OHAa CTaHOBHT-
sl BOJIHUCTOM, oOpa3ytoTcst naBaruHanuu (Jiang et al., 2013).
OnHako mocie BBICBOOOXKIICHHSI MHKPOCIIOP U3 TETpaj Ija3-
MaJjieMMa OISITh CTAHOBUTCS IVIAJIKOM, @ OCTATKH MPUMAK3HHBI
pacnpenensoTcs Mex 1y IpoOaKyIaMu SK3UHbI.

[IpuMdK3MHY paccMaTpUBalOT Kak MaTpully (MM peler-
TOPHYIO HOBEPXHOCTb), HA KOTOPOI HAKAIUIMBAIOTCS MpeIIe-
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