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PacturenbHble BOJOKHA — CHELIMATIU3UPOBAHHBIE KJIETKHU, BBITTOJHSIOIIME MeXaHUUeCKylo ¢GyHKIHI0. B
MpOoIIecce CBOETO Pa3BUTHUSI OHU ITPOXOIAT CTAIUU, XapaKTePHbIE TS GOJIBIIIMHCTBA PACTUTEILHBIX KJIETOK:
3aKjaika, poCT KJIETKH pacTskKeHUeM, JaJIbHEeNIIas crieliuann3alivs, ctTapeHue u ormupanue. Ha npume-
pe hI03MHBIX BOJIOKOH JIbHA — KJIACCHMYECKOTO 00BheKTa TSI aHaIM3a (hOPMHUPOBAHUST BOJJOKOH CKIIEpPEeH-
XUMBI — TTPOBEIEH aHAJIU3 YIBTPACTPYKTYPhI 3THUX KJIETOK Ha MO3THUX CTAANSIX Pa3BUTHSI - CTAPEHUS U OT-
mupaHusi. O6HApyKeHO, YTO BOJIOKHA JIbHA COXPAHSIOT XKU3HECTTOCOOHBIN MPOTOIJIACT B TeYCHUE JTH -
TEJIbHOTO BpEMEHU, JO KOHIIA BEreTallMOHHOTO ce30Ha. [Ipu3Haku, XapakTepHble IS aronTo3a, B
pe3yibTaTe yJIBTPacTpyKTYpPHOTO aHaIn3a (DJIO3SMHBIX BOJIOKOH JIbHA He BBIABJICHBI. [locTerneHHas nerpa-
Jalysl IIMTOTIIa3Mbl HAUMHAeTcs ellle Ha (hoHe aKTUBHOTO YTOJIIEHUsI BTOPUYHOM KJIETOUHON CTEHKU U
BBIpaXkaeTcsl B HApaCTaHUM aBTOJUTUYECKUX TTPOLIECCOB, YTO MMPUBOAUT K YACTUIHOM MOTepe KIETOYHOTO
conepxxuMmoro. HapyiireHue 11eJoCTHOCTH TOHOTUTIacTa siBJisieTcsl uHaabHoM cranueit. [TorydeHHbIe maH-
HbIe TTO3BOJISIIOT TIPEIoJIaraTh, YTO OTMUPAHUE BOJOKOH JIbHA MPOMCXOAUT B MPOLIECCE CTapeHUsI U TTPo-
rpamMMa X TuoeJi UMeeT CXOJCTBO C MPOTrPaMMOii, peaTM3YIOIIEeCsT B BOJTOKHAX KCHJIEMbI IPEBECHBIX pac-
TEHU.

Knrouesbvie croea: BOIIOKHA CKIEPEHXUMBI, YIBTPACTPYKTYpa, ITpOrpaMMupyeMasi KJIeToOUHast CMepTh, Linum

usitatissimum.

BBEAEHUE

PacturtenbHbIe BOJJOKHA — CTPYKTYPHO-(YHKIIN-
OHaJIbHbIE 3JIEMEHThI CKJIEPEHXUMbl — MeXaHU4e-
cKkoit TkaHu. M3BecTHO, 4TO 3a Tepuoja OGUOoTeHe3a
BOJIOKHA MPOXOAAT BCE CTAaAWU, XapaKTepHbIC IS
OOJIBIIIMHCTBA PACTUTEbHBIX KJIETOK: 3aKJjaaka,
POCT KJIETKM pacTsKeHUEM, JajlbHEeNIIast Crelaim-
3alusl, ctapeHue u otMupanue. MccnenoBanus pas-
BUTUSI BOJIOKOH (DOKYCHPOBAIUCh B OCHOBHOM Ha
CTamusIX YIJIMHEHUS KJIETKU U (POPMUPOBAHUS MOIILI-
HOM BTOPUYHOM KJIETOYHOUN CTEHKM, KOTOPBIE OXa-
pakTeprU30BaHbI C Pa3IUYHBIX TOUYEK 3PEHUsI, B TOM
yuciae W yasrpacTpyktypHoit (Mellerowicz et al.,
2001; Hisetal., 2001; Gorshkova et al., 2004; Salnikov
etal., 2008; Bowling, Vaughn, 2009; CHerupesa u ap.,
2010). Crtaguu ctapeHUSI 1 OTMUPAHUS 10 CUX ITOP
HCCIIeOBaHbI C1a00, IIPU 3TOM CPOKU U MEXaHU3MBbI
X OCYLICCTBJICHUSI TOJYYUJINM TIPOTUBOPECUNBBIC
olieHKU. C OHOI CTOPOHBI, BOJIOKHA YaCTO OIMUCHI-
BalOT KaK KJIETKM, He MMEIOIIe KUBOTO MPOTOILIA-
CcTa U MpeACTaBIISIONINEe COOO0M MOble KIETKU, KOTO-

' PaGora BemonHeHa pyU YaCTUYHOU (PMHAHCOBOU MOJ-
nepxke Poccuiickoro ¢poHna pyHIaMeHTaJIbHbBIX UCCIIE-
nmoBaHuit (ipoeKThl NeNe 08-04-00845; 09-04-00547).
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pble OTMMpPAIOT AOCTaTOYHO paHo (Paszmopckmii,
1949; Tyraroxk, 1980; PeiiBH, 1990; JlotoBa, 2001). C
JIPYroii CTOPOHBI, KaK B CepearHe IPOIILIOTO BeKa
(Fahn, Arnon, 1962; Fahn, Leshem, 1963), Tak u B
nocieaHee BpeMs (Weiner et al., 1996; Gritsch et al.,
2004; Gritsch, Murphy, 2005) nmosiBuIMCh pabOThI, U3
KOTOPBIX CJIEAYET, YTO BOJOKHA TNOprdopMa MOTYT B
TeYeHUEe HECKOJbKHUX JIET COXPaHSITh XHUBOU MPOTO-
mact. OcoOBIil MHTEpEeC MCCICIOBAaHUS ITTO3THUX
CTaauii pa3BUTHUSI BOJIOKOH BBI3BIBAIOT B CBSI3U C 00-
MMM BOIIPOCaMHU O M€XaHU3Max OTMUPaHUSI pacTH-
TEJIBHBIX KJIETOK. B HemaBHO BhIIIEaIICH paboTe cTa-
peHre U TUOeb KCHJIEMHBIX BOJOKOH HEKOTOPBIX
BUOB Populus CBS3bIBAaIOT C OCOOBIM TUIIOM IIPO-
rpaMMUPYEMOM KJIETOYHOM CMEPTU, 3HAYUTEIbHO
OTJIMYAIOIIENCS OT MPOUCXOMISIIEN B KCUIIEMHBIX CO-
cynax (Courtois-Moreau et al., 2009). DToT BBIBOJI
OCHOBBIBAETCSI Ha M3YYEHUU KCUJIEMHBIX BOJOKOH
JIIpEBECHBIX BUAOB. B HacTosIeM nMcCaeI0BaHUNU Mbl
MOMNBITAIMCHh OTBETUTh HAa BOMPOCHI, CBSI3aHHBIE CO
CTapeHUEM U OTMUpPaHUEM (DJIO3MHBIX BOJIOKOH Tpa-
BSIHMCTBIX PACTEHUI: KaK JOJITO IIPOTOILIACThI BOJIO-
KOH OCTAarTCAd )KUBbBIMU 1M1 KAKOB MEXaHU3M UX KJIC-
TOYHOI cMepTu? AHa/JIM3 MPOBEASCH HAa MEPBUYHBIX
(bJI0O3MHBIX BOJIOKHAX JIbHa — KJIACCUYECKOT0 O0OBEK-
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Ta JUIS1 UCClIeIoBaHMs OMOoreHe3a BOJIOKOH (AeKCaH-
npoB u ap., 1932; Esau, 1943; TopiikoBa u ap., 2003).

MATEPHUAIT U METOANKA

B xauecTBe 00BeKTa UCCIEIOBAaHMI MCITOIb30BaIN
pacteHusl JbHa-poiaryHua (Linum usitatissimum L.)
copTta HoBoTop:kcKkuii, BEIpallleHHbIC B YCIIOBUSIX BE-
TeTAllMOHHOTIO OIIBITA C Mas II0 OKTSIOPD B SIIIUKAX CO
cyioeM nmouBbl 50 cM Ha OTKPBITOM BO3IYyX€ MIPU €CTe-
CTBEHHOM ocBemeHur. O0pa3Lbl 11l 3J1eKTPOHHO-
MUKPOCKOIMMYECKUX MCCICIOBAHNI OBLIM B3SITHI U3
cpenHeii yactu ¢cTe0Jist (~50 cM OT rTMImoKOTIIIS) B (pa-
3bl 3€JICHOM, JKEJITOU U TOJHOM CIIEJIOCTA PACTEHUM.
OO61as BeIcOTa pacTeHMi coctaBmsuia 115—120 cm.
PacTenus, otoOpaHHbIe 11 PUKCALIUU B OKTIOpe U
HaxoauBIIKecss B ¢a3e IOJHOM CIIEJOCTH, UMEIU
XKeJThI CTe0eNIb, CyXre METEJIKI 1 KOPOOOUKU; JI-
CTbsl TIPAKTUYECKU OTCYTCTBOBAIU.

Otpe3ku cTebisi WIMHOK 2 CM MmpeaBapUTeSIbHO
dukcupoBasm 2.5% TAYyTapoOBBIM aJIBACTUAOM Ha
0.05M dochartHom Oydepe (pH 7.3) 3 waca npu
KOMHATHOI TemIiepaType. 3aTeM BbIpe3aju KOpOT-
kue (0.4 cM) y4yacTKM U3 CepeIrHBI OTpe3Ka, pa3e-
ST MX BIOJb Ha 4 cerMeHTa M (PUKCHUPOBAJIU B
2.5% rnyrapoBoM anpaeruae Ha 0.1 M ¢dochaTtHOM
Oydepe B TeueHUE cyToK. ITocTdhukcanuio mpoBoau-
1 B 1% TeTpaoKcuae ocMusI ¢ J00aBJIEHUEM caXapo-
3bI (25MT/MJT) TpU KOMHATHOM TeMIiepaType B Teue-
Hue 5 yacoB. [locse neruapaTtaiiiu B C€puU CIIMPTOB
MOCTENEHHO MOBbIIIAIIIEHCS KOHLIEHTPAllUK, alle-
TOHE M OKHCH TIpOoNuJieHa TKaHb 3anuBaiu B Epon
(Ted Pella Inc.). Cpe3sbl Aenanu CTeKJISIHHBIM HOKOM
Ha ynaerpamukporome LKB 8800 (IlIBenust). Kon-
TpacTUpOBaHUE MPOBOIWIMN B 2% BOINHOM PacTBOpE
ypaHujalerara B TedeHue 20 MUHYT ITpU KOMHATHOM
TeMIiepaType U LIMTPaTOM CBUHIIA B TEUEHUE 8 MUHYT
(Reynolds, 1963). OO6pasipsl MOpocMaTpuBaId Ha
TPAaHCMUCCUOHHOM  3JIEKTPOHHOM  MUKPOCKOIIEe
JEM-1200EX (Jeol, SIlmoHus) 1mpu yCKOPSIIOIIEM Ha-
npskeHun 80 kB.

PE3VYJIBTATDbI

[NepBBIe MpU3HAKM IIpOIIecca AeTPagaliiy B IIUTO-
na3Me (pJI03MHBIX BOJOKOH JIbHA OBIJIM OOHapyxXKe-
HbI yXe B a3y 3eJIeHOU CIeJIOCTU pacTeHUs, XOTs
MHOTHE OpraHeJIbl IIPOI0JIKAIM AKTUBHO (PYHKITH-
OHMpOBaTh. B BoloKHaxX HAOIIOHANIN siApa, BBITSIHY-
Thl€ BJIOJb MPOJOJIbHONW OCHU KJIETKU, C OJHUM WU
HECKOJBKUMM SIIphIKaMu (puc. 1a). B murorurazme
BOJIOKOH TTPUCYTCTBOBAJIM JTUKTHUOCOMBI M OCOOBIE
BE3UKYyJbl arnmnapara [OJbIXU ¢ 3JIeKTPOHHOILIOT-
HBIM COIEPXUMBIM (pHC. 16), — XapaKTepHbIe TIpH-
3HAKM aKTUBHOTO (hOPMHUPOBAHUS KIIETOTHOM CTEH-
K1 KenatuHo3Horo Tumna (Salnikov et al., 2008;
TopuikoBa u ap., 2010). MUTOXOHAPUU U XJIOPOTLIa-
CTBbl MEJIM HAaTUBHYIO CTPYKTypy (puc. 1B, Ir). On-
HAaKO YK€ BCTpeYyaluCh aBTOJUTUUYECKUE BAKYOJIU C

Pa3HOPOAHBIM COAEPKUMBIM (pUC. 111) U MyJIBTUBE-
3UKYJISIDHBIE TeJia, CBUIETEIbCTBYIOIIME O YacCTUY-
HOI yTuau3aluuu MeMOopaH. B G0JIbIIOM KOJIUYECTBE
MPUCYTCTBOBAJIM KPYITHBIC JIMIWIHBIE KaIUIM pa3-
JIMYHOM 3JIEKTPOHHOI TJIOTHOCTHU, KOTOPbIe MHOTIA
dopMUpoOBaIM CKOIUJICHMSI, BAAIOIIMECS B BaKyOJb
(puc. Ir). C ogHOI1 CTOPOHBI, BBIIIIEOIIMCAaHHBIE TIPU-
3HaKU MOTYT YKa3bIBaTh HA HAUMHAIOIIUICS TTPOLIeCC
cTapeHUsI U oTMUpaHus BoinokHa. C apyroi cropo-
Hbl, Takas yTUJIM3alus MeMOpaH MOXET SBISITbCS
MPOILIECCOM, OTPaXKaIOIIMM HOPMAJIbHYIO KU3HEIes -
TeIb-HOCTh KJIETKM, KOTOpasli BbIHYXIeHa M30aB-
JISITbCS OT M3JIMIIKOB MeMOpaH, 00pa3ylolIuxcs B
pe3yJibTaTeé MHTEHCUBHOM CeKpeluM IlojJrcaxapu-
JIOB KJIETOYHOI CTEHKHU U COKpaIlleHUsI o0beMa 1U-
TOILIa3MBI I BAKYOJIH.

Ha Gosiee mo3nHuX cTaausix pa3BUTUSI pacTeHUM
(>keJiTasl ¥ MOJIHAS CIIEJIOCTh) B HEKOTOPBIX ydacTKax
BOJIOKOH HaOI0JaJIu CUJIbHYIO BaKyoJu3aluio u
MPOCBETIEHUE LIMTOIIa3Mbl, MOSIBJIEHUE LIUTOCETPE-
coM (puc. 2a), 00JbIIOE KOIUYECTBO aBTOJIUTHYEC-
CKMX BakyoJieil ¢ pa3HOPOAHBIM COIEPXKUMBIM U
MYJIBTUBE3UKYJISIpHBIE TeJia (puc. 2B, 21). Pasmep nm-
TOTJIa3Mbl, IO-BUAMMOMY, CUJILHO YMEHBIIIAETCS KaK
3a CYET COKpallleHUs JTIOMEHa TIpU YTOIIIEHUU KJle-
TOYHOW CTEHKHW, TaK U 3a CYET YBEJIWYCHUS IIeH-
TpaJIbHOW BaKyoJd, MPOUCXOMSIIEro B pe3yJibrare
JIMTUYECKUX TIpolieccoB. B urore, HEeMHOrOUMCIIEH-
Hble OpraHe/Ulbl MpUXaTbl K KJIETOYHOW CTEeHKe
(puc. 2m). Jerpagamust HaOrogajIach U B XJIOPOILIa-
CTax, YTO BbIPAXKAJIOCh B YBEIUUYCHUN MEKMEeMOpaH-
HbIX TIPOMEXYTKOB TWJIAKOWIOB W HAKOIUIEHUU
KPYITHBIX OCMUOMMIBHBIX TJI00Y (puc. 20; 3a). On-
HaKO B XJIOPOTLJIACTaX JO CAaMOM IMO3HEN CTaIUM ObI-
JIV BUITHBI KPYITHBIE KpaxMaJibHbIE 36pHa, UTO CBUJIE-
TEJILCTBOBAJIO 00 MX TPOJOJIKamlIecs aesaTeaIbHO-
ctu. B unuTomiasmMe BOJOKOH MPUCYTCTBOBAIU
pubocombl (puc. 30). MUTOXOHAPUU UMEJIU OPTO-
JIOKCaJIbHBIN BUM, CPEAHIOI TJIOTHOCTh MaTpUKca 1
MHOTOYUCJIEHHbIE XaOTUYHO PACIOJIOXKEHHbIE KPU-
ctel (puc. 2B, 30). B BojoOKHaxX pacTeHMil, HAaXOmsI-
mxcs B aze XeaToi U MOJHOM CNesioCcTH, siapa U
MUTOXOHIApUM (puc. 28; 3a, 30, 3B) HE OTJIMYAJIUCH 11O
CTPYKTYpe OT TaKOBbIX, OOHAPY>KEHHBIX B BOJIOKHAX
Ha 0oJiee paHHUX CTaIUsIX PA3BUTHSI.

B a3y mosHoi# CIeIoCTH OTMEYaINCh JOKaTh-
HBIE pa3pbIBbI TOHOIUIAcTa (puc. 3r). B aTmx y4yact-
Kax HaOJII0JaJICS TOTaJAbHBIN JTU3UC LIUTOTLIA3MbI U
OopraHesijl, MpUBOISIIUN K OIYCTOLICHUIO KJIETKU
(puc. 3m). Tem He MeHee, B TOM XKe BOJIOKHE OCTaBa-
JIUCh O0JIACTU C COXpaHUBIIEHCS IIUTOIIa3MOM, PU-
6ocoMaMu, SAPOM W JPYTMMU OpraHejuiaMu
(puc. 3a, 30, 3B).

OBCYXIEHHUE PE3VJIBTATOB

Ewe B CECPECANHE IMPOIIIOTO BEKA IMOABUINCH JaH-
HBIC, CBUACTCIBLCTBYIOIIIUEC O TOM, YTO KCUJICMHBIC
BOJIOKHa MHOTHUX IPE€BECHbIX paCTeHI/Iﬁ MOTIYT B T€UC-
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Puc. 1. YisrpacTpyKTypa BOJIOKOH JibHA B (Da3y 3eJIeHOM CIEeJIOCTH PACTeHUs: a — SIAPO C SIAPBIIIKOM; 0 — anrmapat [onbmku;
B — XJIOPOTIJIACT C Pa3BUTOM JIaMEJIISIPHON CTPYKTYPOU Y KpaxMaJbHBIM 36pPHOM; T — MUTOXOHIPUS U JTUTTUIHBIE KaTUTN; I —
aBTOJIUTHYECKUE Bakyoiau. AB — aBronutuueckue Bakyonau; Al — anmapat Tonpmku; BI' — Be3ukysnbl anmnapata [oabmku;
KC — BropuuHas kreTouHast cteHKa; Kp — kpaxmanbHble 3epHa; JIK — nunumaHblie Kamn; M — MuToXoHIpus; P — pubocoMsbl,
Xi1 — xymoporact; Xp — xpoMatuH; S — sapo, Slnp — sapsimko. MacirabHast tuaUs: a — 1 MKM; 6—1 — 0.5 MKM.

HIE HECKOJIBKHX JIET COXPAHSITh KMBOW TTPOTOIIIACT
(Fahn, Leshem, 1963). B kxagecTBe TIepBOTO TIpH3HA-
Ka CTapeHusi BOJIOKOH Jubpudopma rpedGeHIlnKa
(Tamarix aphylla) onuCcHIBaIOT MCUYE3HOBEHUE Kpax-

OHTOTEHE3 TomM 43 Ne2 2012

MaJIbHbIX TrpaHyad (B 7—13-M TOOMYHOM KOJIbLIE);
JIOJIbIIIE BCEro B BOJIOKHAX COXpaHSIIOTCS siapa (B
17-m roguyHoM kojblie) (Fahn, Arnon, 1962). XKu-
Bbl€ BOJIOKHA OBLIM OOHApYy>XEHBI B POTAHTOBOIt

3%
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Puc. 2. YasrpacTpyKTypa BOJIOKOH JibHa B (ha3y XKeJITOM CIIEeIOCTA PACTEHUSI: a — LIMTOCerpecoma; 6 — aerpaganus XJ0oporuia-
CTOB; B — MUTOXOHPUSI U IUTOCETPECOMa; T — aBTO(arus IMTOIIa3MBbl; T — BAaKyOJIM3allUs U yMEHbBIIIEHE 0O0beMa IIUTOTIIA3-
MbI (LIMTOTIa3Ma MokKa3aHa ctpesikamu). AB — aBronmtrnyeckas Bakyosib; KC — BropuuHas KJieTouHasi creHKa; M — MUTOXOH-
npust; MBT — MyIsTUBE3UKYISIpHOE TeJ10; X1 — xjaoporuiacT; LB — neHTpanbHast Bakyousb, LIC — nutocerpecoma, DI1P — sH-
JOoTUTa3MaTUYECKU peTUKYJIyM. MacmtabHast iuaus: a—r — 0.5 MKM; T — 2 MKM

nmajibMe naTuiaeTHero Bo3pacra (Weiner et al., 1996).
HenaBHo nostyyeHbl JaHHbBIE O BOJIOKHAX I1aJlbM, CO-
XPaHSIOIIMX KMBOKW IPOTOIUIACT B TEUYCHUE MSITU
(Gritsch et al., 2004) wiu naxe nessatu JieT (Gritsch,
Murphy, 2005). M3BecTHO, 4TO BOJIOKHA 6aMOyKa co-
XPaHSIOT XUBOM MPOTOIUIACT B TEUEHME HECKOIBKUX
BereTallMOHHBIX ce30HOB (Murphy, Alvin, 1997a, b;
Liese, 1998). Takyto mpoaoKUTeJIbHOCTb XKU3HU BO-
JIOKOH CBSI3BIBAIOT ¢ HEOOXOMMMOCTBIO JUTUTETLHOTO
VTOJIIIIEHUS KJIETOYHOM CTEHKU, (DOPMHUPOBAHUS €¢
MHOTOYMCIIEHHBIX cJ0oeB. Ha ocHOBaHMM TecTa Ha
JKM3HECITOCOOHOCTh KJIETOK, MCIIOJb3Ys B KaueCTBE
MapKepa pa3pblB TOHOILIACTa, ObLIO ITOKA3aHO, YTO
OTMHpaHue KCWIEMHBIX BOJIOKOH Populus mpoucxo-

IIUT CHHXPOHHO IO BCeit OKPY:KHOCTH cTeOJIsI Ha pac-
crossHun 650—1000 mMxMm ot kambus (Courtois-
Moreau, 2009). MUHTepecHO, uTO B ipeBecuHe Populus
Jaxke ToCJie CMEPTH BOJIOKOH aKTMBHOCTH (hepMeH-
TOB B UX KJIETOYHOW CTEHKE MOXET COXPaHSIThCS.
Tak, obHapyXeHa aKTMBHOCTb KCHUJIOTTIOKaH3IHIO-
TPAHCTJMKO3MJIa3bl B MEPTBBIX KJIETKaX XKeJaTUHO3-
HbIX BOJOKOH TmOpuaHoii ocuHbl (Nishikubo et al.,
2007; Mellerowicz et al., 2008). OHa J0oKanu3yeTcs B
citoe S2 BTOPUIHOM KJIETOYHOM CTEHKU M MOXKET CO-
XpaHSITHCS B TeUCHHNE HECKOJBKMX JIeT. Takast aKTHB-
HOCTb TEOPETUUYECKHM BO3MOXHA, TaK KaK CyOCTpaThl
IJTT peaklMy TPAaHCTJIMKO3WIMPOBAHUS BCETA TIPH-
CYTCTBYIOT B KJIeTOUHOI cTeHKe. IIpenmosaraercs,
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Puc. 3. YasrpacTpyKTypa BOJIOKOH JibHa B ¢ha3y IMOJTHOM CIEeOCTH PaCTEHUSI: @ — XJIOPOTUIACT C KPYITHBIMU OCMUOMDUIBHBIMU
I00YJIaMU U MUTOXOHIPUST; 6 — HATUBHBIN YYaCTOK LIMTOIIa3Mbl C MUKPOTPYOOUKaMK M pUOOCOMaMM; B — SIIPO; T — pa3pbiB
TOHOILIACTA (ITOKa3aH CTPEJIKOI); I — JIM3UC IIUTOTUIA3MbI B TOM K€ BOJIOKHE, YTO 1 Ha cHuMKe (0) KC — BropuuHasi kjietou-
Hasl cTeHKa; M — mutoxoHapus; Mt — mukporpybouku; OI' — ocMuodmibHbBIe TI00YBL; P — prbocombl; X1 — XJI0pOIUIacT;
Xp — xpomatuH; LIB — nieHTpanbHas Bakyoub; S — sapo. MacmradHast tuHust: 0.5 MKM.

yTo (PYHKUUS pepMeHTa TI0Ciie OTMUPAHUS TIPOTO-
IlacTa COCTOMT B BOCCTAHOBJIEHMM IIOII€PEYHBIX
CIIMBOK, pa3pyLICHHELIX IIPU YChIXaHUU CJIOEB, YTO
MO3BOJISIET TTOMIEPKUBATh CIIETUICHE MEXIy >KeJia-
TUHO3HBIM W TIPWJIETAIOIINM KCUJIAHOBBIM CJIOEM
KJIETOYHOM CTEHKU BOJIOKHA.

OHTOTEHE3 TomM 43 Ne2 2012

OTMUpaHUe MPOTOIIacTa B BOJOKHAX TPaBSIHU-
CTBIX PACTEHUI MPAKTUYECKHN He ObLIO OTMMCAHO pa-
Hee. OTYACTH 3TO CBSI3aHO C TEM, YTO MCTIOTb30BaHNE
METOAO0B BJICKTPOHHOW MUKPOCKOITUU JJI1 U3YYESHUS
Pa3BUTHUSI PACTUTEIBLHBIX BOJIOKOH BCEraa CBSI3aHO C
HEKOTOPBIMU TPYAHOCTIMU. BetencTBre 3HaUUTE Ib-
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HOM IJIMHBI 3TUX KJIETOK, JOCTUTAIOILEH HECKOJIBKUX
CaHTUMETPOB, IIPU pa3pe3aHUM CTeOJISI Iepe IIpolie-
Iypoil (pMKcalliy HTPOMCXOAUT YaCTUYHOE BHITEKa-
HHUE IATOIJIAa3Mbl. YTOJIIIEHHBIEC KJIETOUHBIE CTEHKH
3aTPYIHSIOT (PUKCALUI0O TKAaHU, HEOOXOIMMYIO IJIsI
aHajM3a YJIBTPACTPYKTYPhl KJIETKM, OCOOCHHO Ha
MO3IHMX ATallaXx pa3BUTHUs BOJOKOH. OmHAKO B I10-
CJIEAHEC BPEMI IMOSABUIINCH MOJZ[I/I(l)I/IKaL[I/II/I ITPOTOKO-
Jla TIOATOTOBKM 0OOpa3lioB, B pe3yJibTaTe KOTOPBIX
yaaeTcsl MojaydaTh KauyeCTBEHHbIE CHUMKU CyOKIIe-
TOYHOI opraHu3aluuu BoJoKOH (Salnikov et al.,
2008). B cBs13u ¢ 3TUM, B JONOJHEHNUE K CTaHAAPT-
HBIM METOAWKAaM, MBI IIPUMEHWIN NpepUKCaINIO
KPYITHBIX OTPE3KOB CTEOJISI, a TAKXKE YBEINMIVIIN JIJTH -
TEJIbHOCTh (PMKCALIM U JAeTUAPATALINH.

IMpennpuHdaToe HaMu  UCCleNOBaHUE  YJb-
TPACTPYKTYPbl PJIOIMHBIX BOJIOKOH JibHA Ha TTIO3HUX
CTaIusIX pa3BUTUsI HE BBISIBUWIO KapTUHBI TMOJHOTO
WCYE3HOBEHUSsI TIpoToruiacta. laxe B pacTeHUSIX,
OTOOpaHHBIX IS aHaan3a B a3y MOJTHOU CITeJIOCTH,
B OKTSI0pe, ObUTM OOHApPYKeHbl MUTOXOHIIPUU U SI/-
pa, uMelolle HaTUBHYIO CTPYKTYypy. BoiokHa ocra-
BaJIMCh >XKM3HECITIOCOOHBIMU IO KOHIIA BETE€TAllMOH-
HOTO C€30Ha, TO €CTh, ITOKa OBbLIO KMBO CaMO pacTe-
HUe. DTOT (PeHOMEH MOXET OBbITh CBSI3aH C OOJIBIION
JUIMHOW BOJIOKHA: Ja)Ke HapylleHWE IeJTOCTHOCTU
TOHOILJIACTa HE cpa3y MPUBOAUT K TMOEIU KIETKU, U
OTJaJieHHbIE OT MecTa pa3pbiBa y4aCTKU LIMTOILIA3-
MBI TPOAOJIKAIOT (DYHKIIMOHMPOBaTh. TeM He MeHee,
B BOJIOKHaX MPOUCXOAMJIM MPOLIECCHI, XapaKTepHbIe
JUTSI CTApeHUST U OTMUPAHUSI KJIIETKU.

B pactenusix pa3anyalor Tpu TUIIA MPOTpaMMUpPy-
€MOI KJIETOYHOW CMEPTH, BBIICISIEMbIX HA OCHOBa-
Huu Mopdoornueckux npusHakon (Fukuda, 2000).

1) KiteTouHast cMepTh IO TUITY alloNTO3a, CBSI3aH-
Hasl CO CTPECCOM WJIM MPOLIECCOM Pa3BUTUS KJIETKH U
BKJIIOYaroIasi ObICTPYIO Aerpagaluio siipa U IToTeplo
KJIETOYHOI opraHu3anuu. OHa XxapaKTepu3yeTcs 00-
pa3oBaHUEM allONTO3HBIX TeJell, OJUTOHYKJIEOCO-
MajibHOI (pparmeHTanueii JJHK, kongeHcameit sii-
pa u xpomaruHa (Banrommnu, 2001; Fukuda, 2000;
Reape et al., 2008).

2) Iubenb KJIETKM B IIPOLIECCE CTApEeHUS. DTO
OYeHb MEJJICHHBIN ITPO1IeCC, ONUCAHHBIN IIPU CTape-
HUU JUCTheB (Smart, 1994), B Xone KOTOpPOro MHOTAa
Jlaxke HaOII01aeTCs YaCTUYHOE BOCCTAHOBJICHUE KJle-
TOYHOTO conepxXuMoro. lluToriazmMa mocTereHHO
JIerpagupyeT B pe3yibraTe aBrodaru. Moxer npo-
ucxonuth pparmentaums JJHK sapa, Ho He Ha ou-
TOHYKJIEOCOMHBIE (pparMeHThI, KaK IIpHA amonTo3e.
PaspyiiieHue sapa 1 BaKyoJau IIPOUCXOAUT B MOCJIEI-
HIOIO oYepedb Iocje MOJTHON Jerpamalvy IUIacTUl
(Smart, 1994; Fukuda, 2000).

3) CMepTh KIETKM, MHUIIUMPYeMasi BaKyOJISIpHO
JIerpaganyeii v MporcxXoasias o IeiiCTBUEM BaKy-
OJISIPHBIX MIPOTEa3 C IIPOMEXYTOYHOM CKOPOCTBIO 10
CPaBHEHUIO C BHILICYITOMSHYTHIMU TUMNaMu. Takast
IporpaMMa KJIETOYHOII CMEpPTH peaau3yeTcs IIpu

muddepeHINALIMM  TpaxeadbHBIX DJIEMEHTOB, TI¢
LEHTPaAJILHYIO POJIb UTPAET pa3pbiB TOHOILIACTA, YTO
MIPUBOAUT K OBICTPOIA Aerpagallii OpraHesul U siaep-
Hoit JIHK (Kuriyama, 1999; Obara et al., 2001).

CyIIecTBYIOT HEMHOTOYMCIIEHHBIE PaOOTHI, Xa-
pakTepu3ylolle CTapeHue U OTMUpPaHUe TTPOTOILIa-
CTa B pacTUTEJbHBIX BOJIOKHaX. B cTaperoniyx BojJok-
Hax 0aMOyKa, B XoAe X TUTHU(UKALIMK, HaOII0aaIu
TUTa3MOJIN3, HaOyXaHue W AE3UHTETpalvio OpraHesl
M KOHJEHCcall1o XxpoMaTtuHa. Hannuue aTux npouec-
COB HCCJIEMOBAaTeIM CUMTAIOT ITOKa3aTeJeM CyIIe-
CTBOBaHUS TIPOrpaMMUPYEMOM KJI€TOYHON CMEPTHU B
atux kietkax (He et al., 2000). B BoiokHax KCUJIeMbI
OCHUHBI OBUTIO TOKa3aHo, UYTO Ha ITO3MHENW CTaIuu CO-
3peBaHUS IIUTOIJIa3Ma TTOCTEIIEHHO CTAHOBUTCS Me-
Hee TIOTHOM Ha BUJI, HaOJI01al0TCSI MEIKHE BE3UKY-
Je1 1 pactpenne nuctepH DI1P (Courtois-Moreau
et al., 2009). Ormeuyanach ne3MHTETpalvs sapa, OJl-
HaKO OJIMTOHYKJIeocoMaibHOU (pbparmeHTaumu JJTHK
B KCWJIEMHBIX BOJIOKHaX He HaGmomanu (Moreau
et al., 2005).

IIpu yabTpacTpyKTypHOM HCCIEAOBAaHUU BOJIO-
KOH JIbHA He ObLIM OOHapy:KEeHBI MPU3HAKM, XapakK-
TepHBbIE IJIs afonTo3a. TeM He MeHee, TPUCYTCTBUE
aBTOJIMTUYECKMX BaKyoJiell B IIMTOMJIa3Me BOJIOKOH,
a TakXe JIOKaJIbHbIE pa3pblBbl TOHOIUIacTa B asy
TIOJTHOM CIeJIOCTH pacTeHus (puc. 3a) yKa3blBaloT Ha
MPOUCXOASAIININ TIPOLIECC CTapeHUs] U OTMUpPaHUs
kierku. Haim pesynbsraTel MO3BOJISIIOT TOBOPUTH O
MOCTENEeHHON Aerpagali IUTOMIa3Mbl (DIO3MHBIX
BOJIOKOH JIbHa, BbIpaXaroleiicsi B aBrodaruu, 4to
MPUBOAUT K YACTUYHON MOTEPE KJIETOUHOIO COMEp-
xkxumoro. [Tpu aBoparnyeckoii rudbenu 1esiTeIbHOCTD
aBTOJIMTUYECKUX CTPYKTYpP BEIET K TOMY, UTO B KJIET-
Ke TepeBapuBaloTCsd MeMOpaHHbIE OpraHesibl. DTu
COOBITUSI TPOUCXOMAST, HAIIPUMED, TIPU CTAPEHUU JIe-
nectkoB (van Doorn, Woltering, 2008).

B BostokHax JibHA 1IEJTOCTHOCTh BaKyoJI HapyIlia-
JIach JIMIIIb Ha CaMO¥ ITO3IHE CTaaAuu, YTO UCKII0Ya-
€T BaKyOJISIpHBIM B3pbIB KaK ITYCKOBOM MEXaHWU3M
NporpaMMUpPYyeMOi KJIETOYHOW CMEpPTHM B JaHHOM
cliydae 1 yKa3bIBaeT Ha CYIIECTBOBAaHME Y BOJOKOH
MHOW, YeM y TpaxeajlbHbIX 3JI€MEHTOB, ITPOrpaMMbI
TU0eIr KJISTKU.

TTogoOHyI0 KapTWHY OTMUpaHWSI HaOMIOmaau B
KCUJIEMHBIX BOJIOKHaX ruOpuiHoi ocuHbl (Courtois-
Moreau, et al., 2009). bolio okazaHo, YTO Iporpam-
Ma KJIETOUHOM CMepPTU KCUJIEMHBIX BOJJOKOH BKJTIO-
YaeT TOCTENEeHHYIO Aerpagaliio ATOMIa3Mbl, Of-
HOBPEMEHHO C AKTUBHBIM OTJIOXKEHHEM KJICTOYHOM
cTeHKH, saepHas JJHK nerpamupyer B TeueHUE IJTU-
TEJILHOTO BpeMEeHU JI0 MOJIHOTO pa3pylleHusi. ABTO-
pbI OTMEYAIOT, YTO HApYIIEHUE LETOCTHOCTH BaKyo-
JIM, ¢ KOTOPOTO HAUMHAETCS JAerpamalust [ATOTIAa3-
Mbl COCYIOB M Tpaxeuld, Yy BOJOKOH KCHJIEMbI
SIBJISIETCS TTO3HUM ITPOLIECCOM, TPOUCXOASIINM TIe-
pel OKOHYATEIbHBIM aBTOJIM30M COIEPKUMOTO KJTET-
Ku. TUNMUUYHBIX aBTOMArocoM B KCUJIEMHBIX BOJIOK-
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Hax OCUHBI He OOHAPYXEHO, OJIHAKO HAMIEeHbI TEHBI,
TrOMOJIOTMYHBIE CBSI3aHHBIM C aBTo(darveil reHam
ATGSC, D, Fu Iy pe3yXoBUIKHU, IKCIIPECCUsI KOTO-
PBIX TTOBBILIAJIACH HA MMO3HUX CTAAUSIX PA3BUTHUS BO-
nokoH (Courtois-Moreau et al., 2009). ABTOopbI IT0J1a-
ralT, 4YTO aKTUBalIMs MexaHu3Ma aBTodarum Ha
TPAaHCKPUMNILIMOHHOM YPOBHE SIBJISI€TCS YHUKAJIbHBIM
CBOMCTBOM BOJIOKOH, TaK KakK B AuddepeHpylo-
LIMXCSI COCyllaX U Tpaxeuaax He ObLIO OOHapy>KeHO
HUKaKUX CBSI3aHHBIX C 9TUM IPOLiecCOM reHoB. Paz-
pbIB TOHOIUIACTA paccMaTpUBAaeTCsl KakK MOMEHT
CMEpPTU KCUJIEMHBIX BOJIOKOH, 3aTeéM IPOUCXOAUT
OKOHYaTEeJIbHbIN aBTOJIU3 COMEPXKUMOTO KIETKH.

HOJ’Iy‘ICHHbIC HaMM JaHHBIC CBHUACTCJILCTBYIOT O
JJINTCJIbHOM COXpPaHCHUU >KU3HECIIOCOOHOCTHU BOJIO-
KOH JIbHA U CYII€CTBOBaHMNHU Y HUX M€XaHMNU3Ma, CXOI-
HOro ¢ HpOFpaMMOfI KJIETOYHOM CMEPTHU B KCHUJICM-
HBIX BOJIOKHaX, KapauHaJIbHO OTJIMYAIOLIENCS OT TU-
oenu IIpoTroIniacta B KCMJIEMHBIX COCyaax.
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Senescence and Apoptosis of Protoplasts from Flax Fibers: an Ultrastructural Analysis

M. V. Ageeva, T. E. Chernova, and T. A. Gorshkova

Kazan Institute of Biochemistry and Biophysics, Kazan Scientific Center,
Russian Academy of Sciences, Kazan, 420111 Russia

e-mail: gorshkova@mail . knc.ru

Abstract—Plant fibers represent specialized cells that perform a mechanical function. Their development in-
cludes the following phases, typical for the most plant cells: anlage, extension growth, specialization, senes-
cence, and apoptosis. Ultrastructural analysis of these cells has been carried out at the late phases of their de-
velopment (senescence and apoptosis) using flax phloem fibers, a classical object for the analysis of scleren-
chyma fiber formation. The results of the performed analysis show that flax fiber protoplasts remain viable
until the end of a vegetation season. The ultrastructural analysis of flax phloem fibers has not revealed any typ-
ical apoptosis manifestations. Gradual degradation of the cytoplasm starts during the active thickening of a
secondary cell wall and manifests via the intensification of autolytic processes, causing a partial loss of cell
content. The final stage represents the breaking of tonoplast integrity. The obtained data allow us to suppose
that the apoptosis of flax fibers occurs during their senescence, and its program is similar to the cell death pro-

gram realized in the xylem fibers of woody plants.

Keywords: sclerenchyma fibers, ultrastructure, programmed cell death, Linum usitatissimum.
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