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B sKkcTpakieTouHOM MPOCTPAHCTBE TKAHEH paCTeHUI COMEPKUTCS CIOKHBIN KOMITIEKC OSITKOB, (DYHKITHH
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BBenenue

Pubonykneasst (PHKa3s1) — 310 dhocdonn-
3CcTepasbl, TUAPOIUIUPYIONINE MEKHYKICOTH -
Hy (pochonudrdupHyr) CBsA3b B MOJIEKYJIE
pubonykiiennoBoi kuciorsl (PHK). PHKa3sl,
MPOU3BOASAIINE B KaUeCTBE MEPBUYHOTO MOHO-
MEpHOro nmpoaykra 2',3'-IuKIn4yecKue HYKJIEO-
3uIMOHO(pOCGaThl, MOTYT OBITH pa3/eleHbl Ha 3
cemeiicta: PHKa3wr A, PHKa3b1 T u PHKa3s1 T,
(Deshpande, Shankar, 2002). PacnpocrtpaHenue
PHKas3 cemeiicTBa A orpaHn4eHo M03BOHOYHBIMU
suBoTHeIMU, PHKa3e1 cemelicTa T BcTpedaroTcs
y GakTepuii u rprOoB. B otmume ot Hux PHKazb
ceMelictBa T, MpeACTaBIEHbl Y OYEHD IIUPOKOIO
CIIeKTpa OPraHW3MOB, BKITIOUasi BUPYCHI, OaKTepHH,
rpUObI, pacTeHHs M XKMUBOTHBIX. Takoe MIMPOKOe
pacupoctpanenne PHKa3 T, ykaspiBaeT Ha ux
9BOJIIOLIMOHHO APEBHEE MMPOUCXOKACHHUE U BAKHYIO
OHMOJIOTHYECKYFO POJIb, OTHAKO K HACTOSIIEMY MO-
MEHTY HaKOILJICHO MaJjio JIaHHBIX, OMHCHIBAIOIINX
¢yukuum storo cemeiictea PHKa3 (Hillwig et al.,
2008; MaclIntosh et al., 2010).

B cewmeiictee PHKa3 T, pactenuii BeIaensor
S- u S-nopo6uble PHKa3w1. S-PHKa3wr otHOCH-
TEJBHO XOPOIIIO U3yUYeHBI, TOCKOIBKY UX (PYHKIIUU
CBSI3aHBI C MEXaHU3MaMH1 raMeTo(UTHON caMOHe-

coBmectuMocTh. S-onodubie PHKa3b1 pactennii
He 3aJeHCTBOBAHEI B TeHEpaIlid raMeToUTHOMN
CaMOHECOBMECTUMOCTH U 0OHAPYKEHBI KaK y ca-
MOCOBMECTUMBIX, TaK U Y CAMOHECOBMECTHUMBIX
BHJIOB pacTeHuil. OOHAPYKCHHBIC y HIHPOKOTO
Kpyra BuaoB pactenuit S-nonoonsie PHKa3p1 npen-
CTaBIIAIOT COOOH yAOOHBIN OOBEKT IS H3YUCHHUS
ouonorndyeckux ¢ynkiuit PHKa3 cemetictea T,.
B aTOM 0030pe paccMoTpeHa IMETOIIasiCs B HACTO-
siiee Bpemsi uHpopMalius 00 IKCTPAKICTOYHBIX
S-no00HBIX PUOOHYKIIEa3aX U MX BO3MOXKHOH
posi B KOHTpose pu3nonorundeckux (GpyHKIuH
BBICIIIUX PacTeHUH.

JKCTpaKjIeTOuYHble pUOOHYKIIea3bl pacTeHUI

S-PHKa3b1 06111 iepBbiMuU cekpeTopHbiMu PHK-
a3aMH, OTKpPBITBIMU Yy pacteHuid. [lorck romono-
I'MYHBIX OCJIKOB IPUBEJI K OTKPBITUIO S-TI0100HBIX
PHKas3 (Taylor, Green, 1991). Kax u S-PHKa3msr,
MHOTHE U3 HUX SIBJISTFOTCS OKCTPAKIETOYHBIMU. [Ipu
9TOM HECMOTPsI Ha 00111ee CTPYKTYPHOE CXOACTBO,
S- u S-mono6usie PHKa3b1 06pasytor 2 noncemeii-
ctBa B cemeiictBe T, PHKa3 (Green, 1994).

l'ameroduTHas caMOHECOBMECTUMOCTb, B KOTO-
poit 3ametictBoBansl S-PHKa3w1, sBisseTcst sspkum
MIPUMEPOM ITUTOTOKCHYHOTO JIEHCTBHS pUOOHYK-
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Jiea3 U ONMcaHa y pacTeHMH ceMelcTB Rosaceae,
Scrophulariaceae u Solanaceae. CamoHecoBMe-
CTUMOCTBH OOBIYHO KOHTPOIIUPYETCSI OTHUM MYJIh-
THAIJIENBHBIM S-1oKycoM. Ilpu ramerodurHOM
TUTIE CAMOHECOBMECTHUMOCTH TBUIbLIA MPOSBIISET
rarionHbIi GeHoTun cBoero S-amens. [Ipu atom
MBUTBIA, HECYIas S-ajliellb, FTCHETUYCCKU HJICH-
THYHBIN S-aJulento mectuka (HecoBMecTHMasi),
pacmo3HaeTcsl Kak «CBOs», M €€ IMpopacTaHue B
TIECTUKE CETIEKTUBHO MOABIISETCS.

S-PHKa3p! siBISIIOTCS IPOAYKTaMH S-JTOKyca B
MIECTUKE U CEKPETUPYIOTCS B MEKKIICTOYHBIN MaT-
puxkc. OTTopskeHue NbUIbLb onocpenyercs PHKaz-
HOH akTuBHOCTHIO: S-PHKa3b1 MmoryT nponukars B
[IUTOTUTa3MY MTBUTBIEBBIX TPYOOK 1 HHTHONPOBATH
nporecc TpaHcsanuu. [lokazano, 4ro B Xofe pea-
JIU3AIUH CAMOHECOBMECTHMOCTH ITPOUCXOANT al-
nenb-cnenuduuHas nerpaaanvs pPHK neuibiieBsix
3epeH (Tpudonora u ap., 2000).

[To cBOMM OMOXMMHYECKUM CBOWCTBAM S-I10-
nmobusie PHKa3w1 — 310 Hecmeruduaeckue SHI0PH-
OoHyKIIeassl, 00J1a1at0Ne HU3KOH YyBCTBUTEIb-
HocThio K DJITA 1 akTBHBIE B KUCTOH cpenie. [ eHbl
S-nogoousix PHKa3 uMerorcss B reHoMax Bcex
BUJIOB PACTCHHI, UCCIICIOBAHHBIX Ha X HATMYHE,
1, TIO-BUANMOMY, Y KaXKIO0TO BUIA MIPEICTABICHBI
HeOonpmmmM cemeiictBoM (Taylor, Green, 1991;
Dodds et al., 1996; Ye, Droste, 1996; Van Nerum
etal.,2000; LeBrasseur et al., 2002; Maclntosh et
al.,2010). Haipumep, reHOM apabujiorncuca coaep-
JKUT KaK MUHUMYM 5 T€HOB C BBICOKOW CTETICHBIO
omsoctr k PHKazam cemeiictsa T, (LeBrasseur et
al.,2002). ITpu aTom PHKa3nas akTHBHOCTH OBIIa
MIPOIEMOHCTPUPOBAHA [T OETKOBBIX MPOTYKTOB
tpex u3 Hux (RNS1, RNS2, RNS3) (Bariola et al.,
1994). B renome prca ooHapyxkeno 8 renos PHKa3
cemeiicta T, (Maclntosh ef al., 2010).

Kak npaBuio, B HOpMaJIbHBIX YCIOBHUSAX T€HBI
IKCTpaKkiIeTOUHBIX S-11oa00HbIX PHKa3 He xapakre-
PHU3YIOTCS] KOHCTUTYTUBHOM DKCIIPECCUEH B JIUCTHAX
pacrenuii (Bariola et al., 1994; Ye, Droste, 1996;
Kariu et al., 1998; Lers et al., 1998). Hekotopskie
W3 HUX 9KCIIPECCUPYIOTCS Ha PAaHHUX CTAJIHSIX Pa3-
ButHs pactenus (Rogers S.W., Rogers J.C., 1999;
Hillwig et al., 2008; Hillwig et al., 2009). B To xe
BpEMSI JIJIsI MHOTHUX TEHOB dKCTPAKIECTOTHBIX S-TI0-
noonex PHKa3 Tak xe, kak u s reHoB S-PHKas3,
XapaKTepHa KOHCTUTYTHUBHAS DKCIIPECCHUS B LIBET-
kax (Bariola ef al., 1994; Dodds et al., 1996; Ma,
Oliveira, 2000; Van Nerum et al., 2000). Magykms

IKCIIPECCUH T€HOB IKCTPAKIETOYHBIX S-1T000HBIX
PHKa3 B Hag3eMHBIX 4acTax pacTeHud oOHapy-
JKeHa TPU HEeXBaTKe HeopraHmdeckoro gocdara
(Niirnberger et al., 1990; Bariola et al., 1994; Ma,
Oliveira, 2000) Bo Bpemsi ctapenus (Bariola ef al.,
1994; Lers et al., 1998) B 0TBET Ha IOpaXKeHUE T1a-
torernamu (Galiana et al., 1997; Hugot et al., 2002;
Ohno, Ehara, 2005), a Tax>ke B OTBET Ha IOpaHEHHE
tkanei (Ye, Droste, 1996; Kariu et al., 1998; Lers
et al., 1998; LeBrasseur et al., 2002).

K unciy Haubonee ucciaen0BaHHBIX T'CHOB,
KOJAMPYIOUIMX (PEePMEHTBI ATOTO Kiacca, OTHOCST-
cst RNSI Arabidopsis thaliana v LE Lycopersicon
esculentum. RNSI B HOpMalbHBIX YCIOBUAX
JKCIIpeccupyercs B LIBETKax. B BereTaTuBHBIX
opraHax aKTUBHOCTH JTOT0 IreHa He Ha0JIIo-
JaeTcs, OJHAKO HEJOCTAaTOK HEOPraHWYeCKOTro
(docdara u mopaHeHUEe UHIYLUPYIOT €ro JKC-
npeccuto (Bariola et al., 1994; LeBrasseur et al.,
2002). Kpome TOr0, HEKOTOPHBINA YPOBEHB IKCIIPEC-
cun RNSI nabmrogaeTcsl IpU CTapCHUH JINCTHEB
(Bariola et al., 1994).

Okcnpeccus reHa LE y B3pOCHBIX pacTeHUN
TOMaTOB B HOPMAJIbHBIX YCJIOBHSX HE JICTEKTUPY-
€TCsI, OTHAKO HAOIOACTCS B JINCTHSIX HA MTO3AHEH
CTaJuu CTApPEHHUs, IPUUYEM MAKCUMAJIbHBIH ypo-
BeHb dkcnpeccnn PHKaser LE Habmromaercs B
TTOTHOCTRIO TTOXKENTeBINX JTUCThAX (Lers ef al.,
1998). B skcnepuMeHTax TpaHCKPUMLIMOHHAS
aKTUBHOCTb IPOMOTOpa reHa LE 3adukcupoBana
B Pa3BHUBAIOMIMXCS cocylnax (JIO3MBI U B 30HE
pactskeHust KopHel y 10-IHEBHBIX TPOPOCTKOB
ToMaTOB. MHIyKIus 3KcIpeccuu Hadmonaercs
py HEXBaTKe HeopraHudeckoro ¢ocdara u B
OTBET Ha IOpPAaHEHUE, IPUYEM NOpaHEHUEM LE
WHAYLIUPYETCS B cocynax (oMbl U B KIIETKaX
napeaxuMmbl (Niirnberger et al., 1990; Kock et
al., 2004). OToT OenoK, MO-BUANMOMY, UMEET
JBOWMHYIO JIOKAJIM3ALUIO: BAaKyOJISIPHYIO U SKCTpa-
kierounyro (Kock et al., 1995).

@OYHKIHOHATBHAS POJb IKCTPAKICTOYHBIX
S-nonoonbix PHKa3, naxynmnpyembIx
npu pochaTHOM roJ10JaHNHU U B X0/Ie CTAPEHUSA

HoctymHocTs dhocharoB — omuH u3 (hakTopos,
JIUMUTHPYIOIIUX POCT U TMPOAYKTUBHOCTH pacTe-
HUM, TaK Kak HeopraHudeckuii ¢ocdar urpaet
Ba)XXKHYIO POJIb B IEPBUYHOM MeTabomu3me. MHmyk-
s S-nogooHerx PHKa3 B ycnoBusix Hemocrarka
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Heopranndeckoro ¢ocdara ykasplBaeT Ha TO,
YTO aKTUBHOCTH 3TUX (PEPMEHTOB MOXET COCTaB-
JISTh OMH M3 KOMIIOHEHTOB CHCTEMHOTO OTBETa,
obecrneunBaroNIero ajanTamnuo K GocharHomy
roJjoanmto. [Ipu 5ToM, IO-BHIMMOMY, SKCIIPECCHS
S-nmooousix PHKa3 He sBnsercs 00muM OTBETOM
Ha HEXBaTKy HEOOXOTUMBIX MHHEPAIBHBIX KOM-
noneHToB. Tak, PHKa3a RNS1 skcnpeccupyercsa
Mpu HeocTarke Gocdara, HO He HHIYIIUPYETCS B
YCIIOBUSIX HEXBaTKH a3oTa wim kanus (Bariola et
al., 1994). Ilpennonaraercs, 4To PyHKINOHATbHAS
poub 3Tux PHKas3 cBsizana ¢ ussneuenuem pocdara
u3 Mosiekyn PHK B anorutacre w/vmu B puzocdepe,
a TaKXke ¢ perupKyisinuei hocdara u3 crapbix OT-
MHUparonmx yacrei pacrennii (Dodds et al., 1996;
Raghothama, Karthikeyan, 2005).

[Tomo6u0 RNS1 1 LE skerpaxnerounas PHKaza
NE Nicotiana alata vanyuupyercs ipu gocdar-
HOM ronoganuu. Jkcnpeccust 3Toil PHKa3bl Ha-
OmroaeTcs B KOPHAX, HO He B UCThAX (Dodds et
al., 1996). B niennom ayist 6e7TKOB, CBSI3aHHBIX C T10-
romieHueM (ocdara u3 MouBHI, XapakTepHa IKC-
npeccus B KOpHsix. Harpumep, TpancMeMOpaHHbIe
OEIKU-TIEPEHOCUYNKH C BEICOKOH apPUHHOCTBIO K
¢ocaram SKCIIPecCUpyrOTCsl TPEUMYILECTBEHHO B
KOPHSIX pacTeHUH, 1 MHOTHE U3 HUX HHYLIUPYIOT-
s ITPH HEXBaTKe Heopranudeckoro gocdara. [pu
3TOM CITIOCOOHOCTBH pacTeHHs MoTIomarh (hocgarsl
KOPpEIUPYET C YPOBHEM DKCIIPECCUH TeHOB, KOJIH-
pyromux 3tu 6enku (Raghothama, Karthikeyan,
2005). DxcTpakierouHsle Kucible Gocdarassl,
WHAYLIUPYEMbIE B KOPHSX TpU HemocTaTke ¢oc-
dara n obmagarmmue MUPOKOH cyOCTpaTHOM
cnenuGUIHOCTHIO, 33JIeHICTBOBAHBI B THIIPOJIN3E
OpPraHWYEeCKUX COCAMHEHHH, colepKaiux Goc-
¢arnyro rpynny (Raghothama, Karthikeyan,
2005). S-nonoousie PHKa3wel B kauecTBe mep-
BHYHOTO MOHOMEPHOTO MPOIyKTa MPOUZBOIAT
2',3'-nuKInYecKue HyKJIe03uaMoHOpocdaTHI,
KOTOPBIE 3aTeM THJIPOJIU3YIOTCS ¢ 00pa3oBaHHEM
3’-nykneo3uamonodocdaror (Niirnberger et al.,
1990; Deshpande, Shankar, 2002). O6pa3yroriu-
ecs 3'-HyKi1eo3uAMOHO(pOCHaThl MOTYT CIYKHUTh
cyOcTparoM IS SKCTPaKIETOUHBIX (ocdaras.
Opnnako ananu3 peakuuu rugposnuza PHK PH-
Kaszoii LE nokasaii, 4To CKOpOCTh ACLUKIN3ALUU
2',3'-nuknoochaToB ropasao HUKE CKOPOCTH UX
obpazoBanus (Nirnberger et al., 1990). Ilouck
(depmeHTa, CrIocoOHOT0 KaTaaIu3upOBATh ICIUKIIH-
3anuto 2',3'-1ukinodocdaro, MPUBET K OTKPHITHIO

AKCTpakierouHoi 2',3"-nukinodocdar-2'-auscre-
passr. [lokazano, uro 3ToT hepmenT, kak u PHKaza
LE, unaynupyercss B KyJIbType KJIETOK TOMAaTOB
pu HesrocTarke Gpocdara u KaraaTu3upyeT THapo-
3 2',3'-IUKInYecKuX HyKJIeo3uAMOHO(pocharoB
no 3'-uykieosuamonodocdaros. OnucanHas
nuknodochoaudcTepaza, Kak 1 SKCTPAKICTOUHbIC
PHKas3bl, HeuyBcTBUTENbHA K AeiicTBUI0 DI TA,
aKTHBHA B KHUCJIOW cpele W 00JaaeT IHPOKOM
cyocTparHot cnenuduuaocThio (Abel et al.,
2000).

Hannsie mo aktuBHoctu PHKaszer LE, 2',3'-
nukiopocdar-2'-quacTepasbl U APYrux GepMeH-
TOB, HHIYIIUPYEMBIX IpH (pocaTHOM roonanu,
MO3BONTHIIN Tpynne AOens mpenIoXKUTh MOJENTb
BeIcBOOOXAeHNs (hocdara n3 monexyn PHK.
CormnacHo 310 Mozenu, skcTpakieTounsie PH-
Kasel rugponusyror skctpaknerounyto PHK no
2',3'-NUKINYECKUX HyKiIeo3unaMoHodocdaros,
KOTOpEbIe, OyIy4u CyOCTpaToM IKCTPaKIETOYHBIX
2' 3'-muknodocdar-2'-murcrepas, AeMUKIH3YIOTCS
MOCJIETHUMHU C 00pa3oBaHuEeM 3'-HYKJICO3HIMO-
HOpoc(haTOB. DKCTPAKIETOUHbIE KUCIbIE (oc-
(darasbl, ceKpeTHpyeMble KOPHIMH, OTIIEIUISIOT
(dbocdar oT puboHyKIIEOTHIA, 8 BEICOKOa()(DHUHHBIC
OENKHU-TTIEPEHOCUYNKH OCYIIECTBISIFOT TPAHCIIOPT
BBICBOOOKaeMoro (ochara BHYTPh KIETOK.

CToHWT OTMETHUTH, YTO NP BHIPAITUBAHUU B
cpene, coepKalleld B KauecTBe €AMHCTBEHHOTO
uctouHuka ¢ocdara apoxokeyro PHK (Bmecto
KH;POy,), ckopocTh pocTa KJIETOK TOMaTOB HE OT-
JIUYaach OT CKOPOCTH, HAOIFOJaeMO TIPH POCTE
B cTanjiapTHoi cpeje. [Ipu aTom aHanu3 coctaBa
Cpezpl Ha TPETHH ACHb POCTa KJIETOK IMTOKa3aJl, 4To
PUOOHYKIICO3UIBI, KK U 0XKHJIATOCH, COCTABIISIIH
ocHOBHOM mpoaykT runponusa PHK. Otu nannsie
YKa3bIBalOT Ha TO, YTO B YCJOBHUAX HEXBATKH
HeopraHmdeckoro (ocdara 3KCTpaKIECTOTHBIC
(hepMeHTBI, OCYIIECTRISIONINE THAPOITU3 MOJIEKYIT
PHK, BaxHBI 151 BEDKUBAHUS KIIETOK.

ITo-Buaumomy, cxoaHyro ponb urpatr PH-
Kaspl, nngynupyemsie npu crapenuu. [Ipouecc
CTapeHMs XapaKTepU3yeTCsl pa3pyLIEHUEM Mak-
POMOJNIEKYN U yMEHbIICHHEM (DOTOCUHTETHYEC-
kot cnocooHoctu. [Ipm saTom Momekymsr PHK
CTaHOBATCS MCTOYHUKOM (pocdara, KOTOPHIU
pacnpenesnsercs no pacrtenuto. [peamnomnaraercs,
yTo 3KcTpakieTounsie PHKa3er BHOCAT BKIag
B peunpkymsiuuio kinerouyHoir PHK u docdara
(Tpudonora u ap., 2000).
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Posib 3KCTpaKIIeTOYHBIX PHOOHYK/ICA3
NPHU NOBPEKACHUU TKAHEH

[Ipu mopaHeHnn copep>KUMOE TTOBPEIKICHHBIX
KIIETOK MOXKET BBIXOZUTH B artoruiact. [loatomy na-
Jykuust skerpakierounbix PHKa3 npu nopanennun
MOXET CIIOCOOCTBOBATH NepepaboTKe pUOOHYKIICH-
HOBBIX KUCJIOT U BEICBOOOIKACHHIO HEOPTaHUIECKO-
ro ocdara, KOTOpbIE B JAIbHEHIIIEM MOTYT OBITH
WCTIOJIH30BAHBI IPYTUMH KIJIETKAMHU.

B To xe BpeMs neTanbHBIM aHalu3 marTepHa
sKkcpeccuu reHa RNSI apabujoricrca mokasadn,
YTO OH UHAYIIHUPYETCS HE TOJIBKO B MECTE MopaHe-
HUS (JIOKAJIbHO), HO ¥ B HETIOBPEXKICHHBIX Y/IaJICH-
HBIX TKaHSX (CUCTeMHO). JlokalbHasi aKTUBHOCTH
PHKa3sb1 nerexktupyercs yepes 3 yaca nociie nopa-
HEHUS ¥ COXpaHAETCs Kak MUHUMYM JIBOE CYTOK,
a cucremMHas akTuBHOCTHL RNS1 HaOmromaercst B
MIPOMEXYTKe Mex 1y 6 1 12 yacamu rociie moBpex-
nenus. CuctemHast HHIyKUusS RNS/ B MHTaKTHBIX
TKaHSX B OTBET HAa MOPAHEHHUE YKa3bIBaeT Ha TO,
4yTO (pyHKITMOHATRHAS poib 3Toii PHKa3er He or-
paHMYeHa MPOIeCCaMy JIOKATEHOW PEUPKYIISAIINT
PUOOHYKIIEHHOBBIX KUCJIOT W HEOPTaHWYECKOTO
¢docdara (LeBrasseur et al., 2002). Cpenu reHoB
apabuorcuca, SKCIPeccHsi KOTOPBIX UHIYLUPY-
eTcs mopaneHueM, red RNS/ xapakrepusyercs ofi-
HUM M3 HauOoJee BBICOKUX YPOBHEW IKCIIPECCHH,
MIPUYEM €T0 HHIYKITHS HE CBsI3aHa C )KaCMOHOBOM
kuciioToi u stuiaeHoM (Reymond et al., 2000;
LeBrasseur ef al., 2002). IToka3aHo, 4TO B UHIYK-
LU0 dKcnpeccun RNS/ npu mopaHeHUH BHOCHUT
JacTUYHBIN BKJIa] abcuu3oBas kuciora (Hillwig
et al.,2008). AHATOTUYHBINA KOHTPOJIb SKCIIPECCHH
OnuT oka3an i rera LE (Lers et al., 1998). Cy-
mecTByeT npeanonoxkenue, uro PHKa3er RNS1 u
LE, a Takxe apyrue HHIyLHPYEMbIE [IOPAaHEHUEM
skcTpakiieTounbie PHKa3b1 MoryT urpare poib B
3ammre oT natoreHoB (Ye, Droste, 1996; Galiana
et al., 1997; Lers et al., 1998; LeBrasseur et al.,
2002; Ohno, Ehara, 2005).

J71s1 GOTBITUHCTBA KCTPAKICTOUHBIX S-T107100-
HeIx PHKa3 B HopManbHBIX yCIOBUSAX XapakTepHa
JKCHpeccus B IiBeTKax. L[BeTku peako nunpuiupy-
IOTCSl TTAaTOT€HAMU, HECMOTPSI Ha TO YTO OPTaHBI
[[BeTKa, Oorarble MUTATEIHLHBIMHU BEIIECTBAMH,
MOTYT TPENCTABIATH IS TIATOTEHOB TPHUBIIEKA-
TEJIBHBIN OOBEKT IUIS aTakW. DTO HAOIIOLECHUE B
COBOKYIHOCTH C JAaHHBIMH 10 BBICOKOMY YPOBHIO
PHKa3Ho#i akTUBHOCTHM B TKaHSIX I[BETKAa I03-

BOJIMJIO TIPEATNOIOKHUTh, YTO IKCIPECCHS TSHOB
S-momoOHBIX prOOHYKIIEa3 B IIBETKAX MOXKET OBITh
cBa3aHa ¢ 3amuTHOU (ynkmmeit (Dodds et al.,
1996). llpeamonoxxeHue o 3aMTHON PONK S-TT0-
nmob6uerx PHKa3 Haxomut moaTBep KIEHHE B TOM,
YTO HEKOTOPBIC M3 HUX UHIYIIUPYIOTCS B OTBET Ha
aTaKky MaToTeHOB.

IKCeTpaKJIeTOUHbIE 0eJIKH PACTEeHH,
3ajlelicTBOBaHHbIE B MEeXaHU3MAaX
3al[UTHI OT MATOT€HOB

Cunrtaercs, 4T0 KOMIIOHEHTBI alloTIAcTa Urpa-
FOT KJIFOYEBYIO POJIb BO B3aMMOJICHUCTBUSAX pacTe-
HUH C TAaTOT€HAMU Ha IIePBBIX CTATUAX HHPEKITUH.
Pacrio3HaBaHue maroreHa 3amycKaeT 3alllUTHBIH
OTBET, CBA3aHHBII, B OCHOBHOM, C MHYKLIUEW CUH-
Te3a M HAKOTUICHUEM B arloIliacTe aHTUMUKPOOHBIX
COCTMHCHUN W JIOKAIBHBIM YKPETJICHUEM KJICTOY-
HBIX CTeHOK. Kpome Toro, BO MHOTHX CiIy4asx
3aIyCKaeTcsl MEXaHU3M 3alporpaMMHUPOBAHHOM
rudeau KJIeTOK (peakius CBEpXYyBCTBUTEIIBHO-
CTH). DTOT MEXaHU3M aKTHBHOMW 3aIlUTHI, CBSI3aH-
HBIN C MEXKKJICTOYHBIM ITPOCTPAHCTBOM, TIOJIABJISET
KU3HE/ICATEIIBHOCTh OaKTEPUATbHBIX U TPUOHBIX
MaTOT€HOB M OTPAaHUYUBACT UX PACTIPOCTpaHEHHE
(MamuaOoBCKHi, 2009).

DKCTpaKJIETOYHbIC OCIIKH, MHYLIUPYEMbIC TIPU
aTake MaToOTeHOB, OBUIM BIIEpBBIE OOHAPYKEHBI
y pacTeHuil Tabaka, MPOSBISIONIUX PEAKIUIO
CBEPXUYYBCTBUTEIBHOCTH B OTBET HA MHOKYIISAIIUIO
BupycoMm TabagHoit mozauku (BTM). [lo3nuee
ObLTa TOKa3aHa MHAYKINS 3TUX OSJIKOB B OTBET HA
MopakeHUe rpubamu, BUPYCaMU U BUPOMIAMH, a
TaK)Ke B OTBET HAa MPOHUKHOBEHUE HEMATO U Ha-
cekoMbIX. J1J1st 0003HaYeHHUs 3TUX OCIKOB ObLI BBE-
nen TepmuH «PR-6enkmy» (Pathogenesis-Related).
HenaBrao ObLT mpeasioxken Oonee oOMMN TEPMUH
«MHIYLIMpYyeMble OEIKH, CBA3aHHBIE C 3alTUTOIN»
(Inducible defence-related proteins). DTum Tep-
MUHOM MPEJJIOKEHO Ha3bIBaTh OCJIKU, KOTOPHIC B
OCHOBHOM HE BCTPEYAIOTCS B 370POBBIX TKAHSIX,
HO MHAYLIHPYIOTCS npu uHpeknuu. B manHOM
cily4ae TEPMHUH «CBSI3aHHBIN C 3aIlIUTOW» IO/Ipa-
3yMEBAET, YTO ATH OCIKH HHIYIUPYIOTCS B CBI3H
C 3AIIUTHBIM OTBETOM, HO HE yKa3bIBaeT Ha HX
(DYHKIIMOHAJIBHYO POJIb B 3aluTe. TeM He MeHee
TaKOW MaTTePH SKCIPECCHUU IOJPa3yMEBaET, 4TO
UX poiib B ((OPMUPOBAHHUH YCTOHYNBOCTH BEChMa
BeposiTHa. K MHIyIpyeMbIM OesTkaM, CBI3aHHBIM C
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3aLIUTON, OTHOCATCS KakK yke u3BecTHble PR-6en-
KW, TaK U JIpyTHe, elle He KIACCH(PUIIMPOBaHHBIC
0eJKH, COOTBETCTBYIONINE BBHIMICYIIOMSIHYTOMY
onpenenennto (Van Loon et al., 2006).

B nacrosiiee Bpemst PR-6enku noapasnenstor-
cs Ha 17 cemeiictB (ot PR-1 10 PR-17) (Van Loon
et al., 20006). Psn PR-0enkoB cekperupyercs B
aroIuIaCT, P 3TOM MHOTHE U3 HUX SBJISIOTCS TH]I-
ponazamu. Tak, 6enku cemeiictBa PR-2 sBistroTcst
B-1,3-samormokanazamu, a 0enku cemeicTB PR-3,
PR-4, PR-8 u PR-11 00nanaroT 3HA0XUTHHA3ZHOU
akTUBHOCTHIO. YiteHnl ceMeiictB PR-7, PR-8, PR-9
1 PR-10 niposiBIIsitoT npoTenHa3Hyo, TM30LUMHYO,
MIEPOKCUIA3HYI0 U pUOOHYKII€a3HYI0 aKTHBHOCTH
COOTBETCTBEHHO. benku cemeiictBa PR-6 — uH-
THOUTOPBI TIpOTenHA3. AKTUBHOCTH Jpyrux PR-
OeNTKOB CBsi3aHa C YBEIMYEHHEM MPOHHUIIAEMOCTH
MemOpaH (cemeiicta PR-5, PR-12, PR-13, PR-14),
a TakXe C MPOM3BOACTBOM IEPOKCHIA BOJOPOAA
(cemeiictBa PR-15 1 PR-16) (Van Loon, Van Strien,
1999; Manmunosckuii, 2009).

PR-Genkn ydacTByioT B (hOpMUPOBAHHUH MPH-
oOpeTeHHON cucTeMHO# ycTtoWumBocTH SAR
(Systemic Acquired Resistance). Pactenus, npo-
apistorie SAR, xapakTepusyloTcst Hecienuupu-
YECKON YCTOMYMBOCTHIO K IMTUPOKOMY CIIEKTPY I1a-
TOTEHOB TPUOKOBOM, OaKTepHuaTbHON U BUPYCHOMN
npuponsl. IIpu 3Tom coBokymHOCTh PR-OemkoB
paccMaTpuBaeTcs Kak O/IH U3 OCHOBHBIX JIEMEH-
TOB MEXaHH3Ma, OTBETCTBEHHOT'O 332 MHIYKIIHIO
Hecenn(UIecKo YCTOHYMBOCTH K MAaTOTCHAM.
IToka3zano, uro muorue PR-Oenku obaamaroT
(GYHTHIUIHOW W OaKTEpUITUAHON aKTUBHOCTSIMU
in vivo W in planta. OmqHaKo pojb 3THX OCITKOB B
(bopMUpPOBaHUH YCTOWYHBOCTH K BUPYCaM OCTaeT-
cst HesicHoH (van Loon et al., 2006; Tpudonosa n
np., 2007; Manunosckuid, 2009).

PHKa3nas akTHBHOCTB, OOHapyKeHHas y psijia
oenxoB cemerictBa PR-10, MokeT OBIThH CBsI3aHa C
¢dhopmupoBarreM ycroiunBocTy K Bupycam (Park
etal.,2004; Van Loon et al., 2006; MannHOBCKHIA,
2009). B Tecte in vitro moka3zaHa THApPOIa3HASL
aktuBHOCTh PR-10 Oenka Capsicum annuum B
orHouieHuu BupycHoit PHK. Takske B onbiTax mo
WHOKYJISIIIAHA JIFCTHEB TIepIia BUPYICHTHOHN JINHUEH
BTM mnokazaHo, 4TO MPUCYTCTBHE ITOTO OEKa B
WHOKYJTIOME CYIIIECTBEHHO CHMKAET CTETEeHb Pa3-
MHOKEHHSI BUpYCa. ITOT BHYTPUKICTOUHBIH OEJIOK
uHAynupyercs B nmucthax Capsicum annuum,
Pa3BUBAIONINX PEAKIHIO CBEPXIYBCTBUTEIHHO-

CTH B OTBET Ha MHOKYJISIIIUIO HEBUPYJICHTHBIM JIJIsI
JTAHHOTO PacTEHHS IIITaMMOM BHpYyca TabauHOH MO-
3anku (BTM). Kpome Toro, sxcripeccust CaPR-10
WHIYIUPYETCS] CHCTEMHO — B HEMOPaXXEHHBIX
JUCTBSIX — MpH pa3Butuu SAR. B To xe Bpems
IIPU MHOKYJISILIUA BUPYJIEHTHBIM IITaMMoM BTM
WHIYKOHS 3TOro Oenka He HabmomaeTcs, 4TO
MOJKET OBITh CBSI3aHO C €TO BKJIAJIOM B BUPYCO-YC-
toiunBocTh (Park et al., 2004). XapakTepHo, 9TO
PHKa3znas aktuBHOCTE y CaPR-10 perymupyercs
(dhochopunupoBanueM (B HOpME OHA OTCYTCTBYET,
YTO CHUMAET [IUTOTOKCUYECKUN IPPEKT, HEN30exK-
HBII TP BHY TPUKIIETOYHOM JToKanu3auun) (Park et
al.,2004). Onnaxko PHKa3nas akTuBHOCTH 0OHApY-
YKEHA TOJIFKO Y HEOOJIBIIIOT0 Yrciia OEIKOB, OTHOCS-
mxcs k cemeiictBy PR-10 (Liu, Ekramoddoullah,
2006). [dpyrue cemeiictBa PR-0enkoB He mposiB-
JISIIOT Ceun(pUUECKOl MPOTHBOBUPYCHON aKTHB-
HoctH (Van Loon ef al., 2006). Bipodem, umeercst
coobmienne o Hammuuu PHKa3Ho# akTHBHOCTH Yy
Oenka TIICHUIIBI, MPUHAJIICKAIETO CEMEHCTBY
PR-4 (Caporale et al., 2004).

Cpenu HHAYIMPYEMBIX OCJIKOB, TOTEHIIMAIEHO
CBSI3aHHBIX C 3alIUTHBIM OTBETOM, dKCTpaKie-
TOYHBIE PUOOHYKJICa3bl SBISIOTCS BO3MOXKHBIMH
KaHJAUJaTaMu Ha ydacTue B (POPMUPOBAHUH
YCTOMUYMBOCTU PACTEHUI K BUPyCaM. DKCTPAKIIE-
TOYHAS JIOKAJHM3aIlusl, HU3KHH YPOBEHb JKCIIPEC-
CHH B MHTAKTHBIX JIMCTBAX M CXOJHAas KWHETHKA
WHAYKLIWW [PHU MOPaHEHUH M B OTBET Ha aTaky
MaTOTeHOB cOMIKaroT 3KcTpakierounsie PHKa3zpl
¢ PR-6enkxamu.

PoJib 3KCTPaKJIETOYHBIX PUOOHYKJIEa3
MPHU B3aUMOECTBHU PACTEHMIA ¢ MaTOreHaMu

JlaBHO M3BECTHO, YTO B OTBET Ha MOPaKCHHE
rpubamMu v BUpyCcaMi B HH(UITUPOBAHHBIX TKAHIX
pacreHnii Habmomaercs mosbimeHue PHKaznoi
axktuBHOCTH (Chakravorty et al., 1974; Barna et al.,
1989; Lusso, Kuc, 1995; Galiana et al., 1997). [1pu
3TOM B criektpe 0ekoB ¢ PHKa3HOIi akTHBHOCTBIO
U3 TPYOBIX JHCTOBBIX IKCTPAKTOB WIIH CMBIBOB
aToTUTACTHOW KUJAKOCTH MOKHO HaOFOIATh MOSIB-
JIeHNEe HECKOMLKIX HOBBIX (pakiuii (Barna et al.,
1989). Takoe moseimerne PHKa3Hoit akTHBHOCTH
He 00s13aTeIbHO MpeICTaBIsIeT cO00H NPsSMON OT-
BCT HA aTaKy IaToreHa U MOXKET 6I)ITI) CBs3aHO C
MMOpaHEHHUEM WIIH MTPEKICBPEMEHHBIM CTapEHUEM
(Green, 1994).
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OpHako HEKOTOpBIE JaHHBIE YKa3bIBAIOT Ha TO,
4yTO MHAYKIMS dKcTpakierounbix PHKa3 moxer
OBITH CBsI3aHA HE TOJBKO C COMYTCTBYIOIUMH
MH(EKIIMOHHOMY TIPOIIECCY COOBITHSAMIE, HO U He-
MOCPE/ICTBEHHO ¢ (POPMUPOBAHUEM YCTOHUUBOCTH
K maroreHy. ¥ Tabaka yBeJIMYCHHE CyMMapHOU
PHKa3Holi akTUBHOCTU B OTBET HA MHOKYIISIIUIO
Phytophthora parasitica o BpeMeHH COBIIAIA€T C
WHTyKIEeH reHa, KOMUPYIOIIETo SKCTPAKIETOUHYIO
pudonykiea3y NE. Dkcripeccus 3Toro rena HaOIo-
JlaeTcs B IPOMEKYyTKe Mexxay 4 u 12 yacamu rocine
MHOKY/ LN, KOHTpObHAst THOKYIIALMS BOJIOM TOXKE
BBI3BIBACT MHIYKIIMIO 3TOTO T'eHA (BEPOSITHO, CBSI3aH-
HYIO C TIOpaHEHUEM TKaHeH ), OIHaKO HAOMI0IaeMBbIid
TIPY TOM YPOBEHb IKCIIPECCHH CYIIECTBEHHO HIKE,
4yeM IpH BO3JecTBUU mnaroreHa. Ilo-Bugumomy,
CTpecc, BBI3BAHHBII MPOLIECCOM WHOKYIIALMH (T10-
BpEK€HUEM TKaHel JIMCTa), UHAYLHPYET HEKOTO-
pbIil Oa3anbHBIN ypoBeHb dKcpeccun rena PHKa-
361 NE, KOTOpBII yBen4nBaeTcs MMpu rpUOKOBOM
napeknuu (Galiana et al., 1997). C nmomomsio
MMMYHOOJI0T-aHaan3a ObUIO MOKa3aHO, YTO ATOT
0€eJIoK AETEeKTUPYETCs B MEKKIIETOUHON KHUIKOCTH
yIKe uepe3 8 4acoB rociie nHPMWILTpauu rpudka. B
TecTax in vitro Taxke Oblla MoKa3aHa MPOTHBOTPHO-
koBasi akTuBHOCTH PHKa3b1 NE B KOHIIEHTpalusix ot
1 o 50 mxr/™mu. [IpucyrcrBue PHKa3b1 B nHOKYII5TE
B KoHIIeHTparmuu 50 MKT/MJI CHIKAET CyTOYHBII
poct tudoB P. parasitica v Fusarium oxysporum
Ha 60 % u 90 % coorBeTcTBeHHO. DEPMEHTATHUB-
Ho-HeakTuBHast popma 1ol PHKas3s1, nmonyueHHas
C TIOMOIIBIO HAMPABIEHHOTO MyTareHesa, TepsieT
TaKy¥O CITOCOOHOCTb. JTO yKa3bIBAET HA TO, UTO aH-
TUMHUKPOOHOE JISHCTBHIE 3TOTO OEJIKa CBS3aHO C €T0
pHOOHYKII€a3HOH aKTUBHO-CTHIO, 8 HE C KAKUMHU-TO
JOpyruMu QyHKIMOHAIbHBIME cBolicTBamu (Hugot
etal.,2002).

DK30TeHHOEe BBeJeHUEe puOOHyKiea3sl NE B
MEXKJIETOYHOE MPOCTPAHCTBO TOXXKE MPUBOIHUT
K TMOJIaBJIEHUI0 pa3BUTUs P. parasitica, 0JlHAKO
¢ pexTuBHBIC KOHIICHTpalLuu Oelika in planta
BbIIIIE A3PPEKTUBHBIX KOHIICHTPALUH in Vitro. 1o
yKa3bIBaeT Ha TO, YTO B PACTEHUH MAaTOT'€H MEHee
YyBCTBUTEJIEH K aHTUMHUKPOOHOMY JIEHCTBUIO
PHKas3e1 (Hugot et al., 2002). CTOUT OTMETHUTB, UTO
Mmo7i00Hast KapTHHA YacTO HAOIF0/1aIach TAaKXKe MPH
M3y4eHUH aHTUMHUKPOOHBIX cBOWCTB PR-6emkoB
(Van Loon et al., 2006).

PHKa3za Nk1, emie oqHa skcTpakieTodnas PH-
Ka3za pacrenuit pona Nicotiana, mouytu uieHTUYHAs

PHKaze NE (ypoBeHb HIIEHTUYHOCTH aMHUHOKHC-
JIOTHBIX TIOCIIeIOBaTebHOCTEH 97 %), MHIyIHpY-
eTCs B JIMCThSIX Ta0aKa B OTBET HA MEXaHUYECKYIO
WHOKYJAIUIO BUPYCOM OTYPEYHOW MO3aMKH.
VYpoeens MPHK, coorBetcTytomeid PHKaze Nk1,
3HAUUTEIHHO BO3PACTAET B IPOMEKYTKE MKy 3 U
6 yacamu nocie nHoKysiuu (Ohno, Ehara, 2005).
JlOoBOJIBHO paHHSS HHAYKLHS 3TOr0 Oelka, Mo-BH-
JUMOMY, HE CBSI3aHA C MIPEKIEBPEMEHHBIM CTape-
HUEM U altonTO30M, KOTOPBIE MOTYT HaOONaThC
P pa3BUTHH MHAEKIIMOHHOTO Tporiecca. B rieiom
0COOCHHOCTH DKCIIPECCHH ITOH pHOOHYKIICa3bl
TOBOPST B MOJIb3y €€ y4acTUsl B MOJEKYISIPHOM
MEXaHU3Me BUPYCOYCTONYHBOCTH.

Cunraercs, 4T0O BO MHOTHX CIyd4asX CTEIECHb
MMOpaKEHHs PACTEHUS MATOTEHAMHU OIIPEeIseTCs
CKOPOCTBIO Pa3BUTHS 3aIIMTHOTO OTBETA, OIIPE/IeNs-
rorei ero adexrruBHOCTD. [To-BUMMOMY, UMEHHO
paHHSST MHIYKIUST HEKOTOPBIX IKCTPAKIETOUHBIX
PHKa3 moxeT 03Ha4aTh UX CBSI3b C 3aILIUTHBIM OT-
BeTOM. B HacTosee BpeMst BO3MOYKHBIE MEXAHU3MBI
MIPOTUBOBHUPYCHOTO W (PYHTHIIUAHOTO IEHCTBHS
skcrpakieTounsix PHKa3 ocratorcs HesicubiMu. B
cllyyae BHPYCHOW MH(QEKIHH, BEPOSTHO, HKCTPa-
knerounbie PHKa3p1 MoryT moBpexjaT FeHOMHYO
PHK BupycoB Ha Tex cTaausix WH(EKIIMOHHOTO
mmpolecca, Korna oHa ys3BuMa. Takxke MOXKHO
MIPEJIMOJI0KHUTh, YTO BO BPEMSI WHOKYIALNN TPH
nopanenuu tkaneil PHKasel u3 anormnacra moryr
MIPOHUKATH B TOBPEXKICHHBIC KJICTKU U yOUBAaTh UX
(pazpymas nyn knerounsix MPHK), uro He nmact
BHPYCY BO3MOXHOCTH pa3MHOXKUThcs (Trifonova
et al., 2007). ITocmeqauii MEXaHU3M MOXKET JeH-
CTBOBATh U B €CTECTBEHHBIX YCIOBHSX: TPOHUKHO-
BEHME BUPYCOB B pacTEHHE, KaK ITPABUIIO, CBA3aHO
C MEXaHMYECKUM MOBPEXICHHEM TKaHEel pacTeHus,
YTO B CBOIO OYEPE/Ib ITO3BOJISIET SKCTPAKIETOYHBIM
PHKa3am npoHuKars B KJIETKU U JOJKHO BbI3bIBATH
ru0esb MOBPEKACHHBIX KJIETOK BCIEICTBUE LIUTO-
TOKCHYECKOTO JICHCTBHSI TUX OEIIKOB.

MexaHu3M, aHAJIOTHMYHBINA ONTMCAHHOMY BBILLIE,
JICICTBYET y JPOXKIKEH BO BPEMSI OKUCIUTEIBHOIO
ctpecca. [Ipu 00paboTKe APOKIKEBBIX KIETOK Tie-
poxcuaom Bopopoaa T, PHKaza Rnyl, B Hopme
JIOKaJIN30BaHHAsI BAKYOJISIPHO MIIH DKCTPAKIIETOYHO,
MOTaJaeT B IUTOIIa3My, T/Ie OHa HaNpsMyIO pas-
pyIIaeT MOJISKYJIbI TPAHCTIOPTHBIX U PUOOCOMHBIX
PHK u ciocob6eTByeT cmeptu kietku. [Ipu aTom B
KJIETKax JApoXoKed, muineHHsIx 3toi PHKa3er nmmn
HECYIIMX €€ HEaKTUBHYIO (hOpMY, B CTPECCOBBIX
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YCIIOBUAX pa3pylIeHHE MOJEKYJ TPaHCIOPTHBIX
PHK ne HaOmomaercsi, 4T0 yKa3bIBaeT Ha TO, YTO
npyrue PHKa3pl B aHHBIX YCIOBUSIX HE IPOSIB-
JISTFOT TaKOW CIeM(pUISCKON TUIPOTUTHUICCKON
aktuBHOCTH (Thompson, Parker, 2009).

HNmeroTcst ocHOBaHUS MpeanojaraThk, 4To y
pacTeHnii mogoOHOoe pa3pyLICHUE MOJIEKYIT TPAHC-
noptabix PHK B cTpeccoBbIX yCIOBUSX MOXKET
aBrATbCA GyHKIuer S-nogooueix PHKasz. [leit-
CTBHUTEJBHO, pa3pylIeHHEe MOJIEKYJT TPAHCTIOPTHBIX
PHK BcrieicTBHE OKUCITUTENBHOTO CTPEcca HalIIko-
JaeTcst Takoke y pacteHui ¥ >kuBoTHBIX (Thompson
etal.,2008; Fuetal.,2009; Yamasaki et al., 2009).
[Tpu 5TOM HECMOTPS HA TO, YTO Y MIICKOITUTAFOIIINX
¢byHKIUIo THAPOIN3a TpaHcmopTHeIX PHK mpu
CTpecce BBITNONHAET aHTHOTEHHH (TIPEACTaBUTENb
PHKas3 cemetictBa A) (Fu et al., 2009; Yamasaki et
al., 2009), ceepx-3kcnpeccus T, PHKas3wb1 uenose-
ka (RNASET?2) B kieTkax IpoxoKeil, JTUIIEeHHBIX
PHKa3b1 Rny1, BoccTaHaBiIMBaeT mpoiecc pa3py-
menus tpancnopTasix PHK (Thompson, Parker,
2009). B cury TOro 9TO Yy pacTEeHHH CEKPETOPHBIE
PHKa3b!1 npeacraBieHsl TOJIBKO CEMEUCTBOM T;-
PHKa3, S-momoousie PHKa3w1 ocrarorcst eann-
CTBEHHBIMU KaHJUAATaMU Ha BBINIOJHEHHE 3TOU
(GYHKINY B KJIETKaX pACTCHUU.

MonexynsapHble MEXaHU3MBI (QYHTHITATHON
AKTUBHOCTH J3KCTPAKJIETOUYHBIX S-TOJ00HBIX
PHKa3 B nactosmee Bpems He n3BecTHBI. Cy-
miecTByeT mpennonoxenue, yto PHKa3er moryt
NPOHMKATh B LIUTOIUIA3MY I'pUOOB M OCTaHABIIH-
BaTh TpaHcianuio, paspymas MPHK (Hugot et
al., 2002). D10 TpeATONOKESHHUE TOIICPKUBA-
eTCs BBIIICONNCAHHBIMU JAHHBIMHU 10 yYaCTHIO
cexkperopHbix PHKa3 B paspymeHun KieTouHoin
PHK Bo Bpems ctpecca. OnHako npeaoKeHHbIH
MexaHu3M nofpasymenaeT nepeHoc PHKazber u3
AKCTPAKIETOYHOTO TIPOCTPAHCTBA B IUTOILIA3MY
rpuba. J[pyras BO3MOXHOCTh CBsI3aHa C TEM, YTO
PHKa3pl MOTyT U3MEHSITH IPOHULIAEMOCTD KJIETOY-
HBIX MeMOpaH rpu0oB: paHee ObLIO MOKa3aHo, YTO
y npoxkeit Saccharomyces cerevisiae cynpeccus
reHa skctpakierouHoit PHKa3e1 u3 cemetictra T,
MIPUBOJIUT K YBEIHUYEHHUIO Pa3MEPOB JIPOMIKEBOU
knetkn (Maclntosh et al., 2001). Brickazano
MPEOIOKEHHE O TOM, YTO HEKHe (B HACTOSIIIHN
MOMEHT HeusBecTHbIe) Moiekynsl PHK moryt
y4acTBOBaTh B ()OPMHPOBAHHU TMOP B MEMOpaHe
KIICTOK JIPOYXOKEH, 9TO MOXKET OOBSCHITH 3PPEKT
pubOHYyKIIea3 Ha WX MPOHHUIAEMOCTh. V3BecTHO

TaK)Ke, YTO aKTUBHOCTH MHOTHX PR-0eKkoB cBs13a-
Ha ¢ yBEIWYECHHEM POHUIIAeMOCTH MeMOpaH. [Tpu
9TOM TOKa3aHO, YTO OHHU 00J1a1af0T (DYHTUITHHBIM
neiicreueM (Van Loon et al., 2006).

TpaHcreHHbIe pacTeHUs
KaK MOJeJb JIJIsl H3y4YeHHs1 pHOOHYyKIea3

PaccmorpeHue CBOMCTB 3KCTPaKJIETOUYHBIX
PHKa3 pacteHuii mokasslBaeT, YTO OHH MOTYT
OBITP 32/ICHCTBOBAHBI B MEXaHU3MaX aJIaITaI[H K
Pa3IMYHBIM BHJIAM CTpecca, BKiIrodas GocharHoe
roJioflaHue, TIopaHeHue U araky naroreHos. Of-
HAKO HET JaHHbIX, AEMOHCTPUPYIOMIKX MNPSMYIO
CBSI3b MEXXIY CHHTE30M 3THX OCJIKOB U Pa3BUTHEM
YCTOWYIMBOCTH K CTpecCOBBIM pakTopam. [TorTomy
HEOOXOAMMBI JTaJbHEHIIINEe MCCIeT0BaHUS POIH
9KCTPaKJIETOYHBIX pHOOHYKIIea3 B (PU3HOIOTH-
YEeCKHUX IMpoleccax BbICIINX pacTeHui. 3yuenue
(hyHKIMOHANBHON ponu pactuTenbHbix PHKa3
3aTPYIHEHO IPUCYTCTBUEM B TKAHIX PACTEHUH O11-
HOBpeMeHHO HecKoIbknX GpepmentoB ¢ PHKaznoif
akTuBHOCTHIO (Tpudonosa u ap., 2000.) Ogaum u3
ONTUMAJIbHBIX TIOXOJI0B AJISl M3y4YeHUs (PyHKINH
pacTUTENBHBIX PUOOHYKIIEa3 SIBISCTCS] CO3AaHUE
TPAHCTEHHBIX PACTEHUH C N3MEHEHHON aKTUBHO-
cThio KoHKpeTHbIX PHKas3.

B 1999 1. ObutM MOydYEHBI pacTeHUsT apadu-
JoTicKca, HeCyIllue aHTHCMBICIIOBOM Cympeccop
reHa RNS/. Y nonydeHHbIX pacTeHUH HaKOIJIEHUE
TpaHckpunTa rena RNS! 6buto carxero Ha 90 %.
Bb110 00HApYKEHO, YTO y TPAHCTEHHBIX PACTEHUH
TaKoe CHIDKEHHE dKcrpeccun reHa RNSI corpo-
BOXKJIAJIOCh aHOMAJbHO BBICOKHM COJIEpPKAHHEM
AHTOIIMAHOB, HAKOTJIEHHE KOTOPHIX YacTO CBSI3aHO
C Pa3NMYHBIMU BUAAMHU CTpecca, BKIrodas Goc-
¢atHoe ronmoganue. [Ipu 3ToM 0OHapyKeHHBIN
(heHOMEH MPOSIBIAJICS CUJIbHEE, KOTJa PacTeHUs
BBIPAIIMBAJINCH HAa Cpefie ¢ HemocTaTkoM (pocdara.
Takum oOpa3om, OBITIO 0OHAPYIKEHO, UTO IPYTHE
PHKa3b1 He MOT'yT KOMIIEHCHPOBATh YMEHBILIECHUE
akTUBHOCTH 3KcTpakieTrounoir PHKa3zsr RNS1
(Bariola et al., 1999).

B 2007 r. 6110 BrIEpBBIE MPOIEMOHCTPHPOBAHO,
YTO HKCHPECCHs F€TEPOTIOrMUHOMN SKCTPAKIETOUHOM
PHKa3b1 MOXKET CylIeCTBEHHO MOBBICUTH BUPYCO-
YCTOWYUBOCTb pacTeHUIl. TpaHCTeHHbIE PACTEHUS
Tabaka, KCIPECCUPYIOLINE T'eH TaHKPeaTHUeCKOH
CEKPETOPHOM pUOOHYKIIEa3bl ObIKa (OTHOCSIIICHCS
K CEMENCTBY pHOOHYKJIEa3bl A), XapaKTepU3YIOTCs
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MOBBIIIEHHON YCTOWYMBOCTHIO K BUPYCY TaOAYHOM
MO3aWKH. YCTOMYHMBOCTH MPOSBISAETCS B OTCYT-
CTBUH WITU CYIIECTBEHHON 3aJIepKKe MPOSBICHUS
TUTTUYHBIX MO3aUYHBIX CHMIITOMOB U B 3aM€JJICH-
HOM HaKoIlJIeHnH BUpyca. [lokazaHo, 4To ypoBeHb
pUOOHYKJICa3HOW aKTHBHOCTH B JIUCTHSIX U CTEONSIX
MOJTYYEHHBIX PACTEHUI 3HAUNTENBHO MOBBIIIEH 10
CpaBHEHHIO ¢ KOHTpoJeM. [Ipu 3ToM Taxoke rmokasza-
HO, YTO TPAHCT€HHBIE PACTEHUS XapaKTePU3YIOTCA
noBblIeHHBIM ypoBHeM PHKa3HO# akTHBHOCTH
BO (ppakIMM amoruiacTa, YTo yKasbIBaeT Ha CeK-
pELHUIO TPAaHCTEeHHOW pHOOHYKIIea3bl B aloIiacT
(Trifonova et al., 2007).

B naGoparopun rennoit mmxenepun UIul’
CO PAH Taxxe OBITH CO3JaHBI JBE HOBBIE Te-
HETUYECKHE MOJICNIN: TPAHCTEHHBIE PacTeHUA
tabaka Nicotiana tabacum, XapaKTepU3yIOIIHECS
YBEJIIMYEHHBIM YPOBHEM AKTHBHOCTH PAaCTUTENb-
HOU S-1o00HOM prOOHYKIIea3bl, U PACTCHUS CO
CHI)KEHHBIM YPOBHEM JKCIIPECCHH COOCTBEHHOM
IKCTPAKIETOYHON S-T10M00HOW pUOOHYKIICa3Hl.
B mepBom ciydae ObIT MCMONTB30BaH TPAHCTEH
skcrpakiierouHoil PHKa3el ZRNasell Zinnia
elegans, v ToIlyuYeHHbIC JTMHUU XapaKTepPU30Ba-
JIUCh 3HAYUTENBHO OoJee BhIcOkuM (B 10—15 pa3
10 CpaBHEHUIO ¢ KOHTposieM) ypoBHeM PHKa3zHoii
akTHBHOCTH B anoriacte (Canraes u np., 2007).
Bo BTOpOM citydae TpaHCTeHHBIE pacTeHHUs Tabaka
Hecin nuPHK-cynpeccop rena akcTpakiieTouHOU
PHKa3er Nk1 Ttabaka u xapakTepr30BalInuCh CHH-

a 6
cynpeccus HeTpaHcreHHoe
Nk1 pacteHve

*eHHbIM ypoBHeM PHKa3Holi akTHBHOCTH B anon-
nacte (Canraes u ap., 2010). Ha puc. 1 npuBenen
CHEKTp OEIKOB ¢ pHOOHYKII€a3HOH aKTHBHOCTHIO B
JIUCTOBBIX IKCTPAKTaX M3 TPAHCTEHHBIX PACTEHUH
3TuX JUHUM. [Tpyu npopaimBaHuy B CTaHAAPTHBIX
YCIIOBUSIX OJTYYEHHBIE TPAaHCTEHHBIE PACTEHUS HE
XapaKTEPU30BAINCH CYIECTBEHHBIMU OTIIHYUSMHU
110 MOP(OIOTUIECKUM XapaKTEPUCTUKAM H CPOKaM
pa3BUTHS OT HETPAHCTEHHBIX PACTEHUN. DTOT pe-
3yAbTaT TIOKA3bIBAET, UTO HCCIeTyeMble OelKu He
3aJIefiCTBOBAaHbI B KOHTPOJIE MPOIIECCOB pOCTa U
pa3Butus pacteHui. [JJanpHenire 3KCIepUMEHTHI
MTO3BOJIAT ONPEEIUTD UX CBA3b C MOJIEKYJISIPHBIMHU
MEXaHU3MaMU CTPECCOYCTOMUYUBOCTH.

3akjoueHue

PHKas3m1 cemetictBa T, mupoxo pacmpoctpa-
HEHBI B PAaCTUTEILHOM MHpPE U 33]IeHICTBOBAHBI BO
MHOTHX (PH3UOJIOTUYECKHUX IMPOIECCaX BHICIINX
pacTeHui, BKITIO4Yast CeJIEKTHBHOE OTTOP)KEHHUE He-
COBMECTHUMOM MBUTBIIHI (Y PACTEHHI C TaMeTO(DUT-
HBIM THIIOM CaMOHECOBMECTHMOCTH), MPOLECCHI
cTapeHusl, alanTaiuo K pochaTrHoOMy rojaoaaHuio
U 3alIUTHBIA OTBET HA MOpPAaHEHHUE U aTaKy IMaTo-
reHoB. [Ipu 5TOM OHU XapaKTepU3yITCS BHICOKOM
CTeNeHbI0 (PYHKIIMOHAIBHON TUBEPCU(DUKAIIIH.
OTO MO3BOJISET MPOBECTH MapalllieNb MEXIY
PHKa3zamu cemeiictBa T, pacrennit u PHKa3amu
ceMelcTBa A TO3BOHOYHBIX )KUBOTHBIX. [lelicTBU-

B

CBepxakcnpeccust
ZRNasell

<4—— ZRNasell

<+—— Nk1

Puc. 1. Cnexrp OesikoB ¢ ppOOHYKJI€a3HOW aKTHBHOCTBIO B JIMCTOBBIX AKCTPAKTaX U3: @ — TPAHCT€HHBIX PACTCHUH
Tabaka, HecylHx cynpeccop rena sxkcrpakierounoid PHKaser Nk1 Nicotiana tabacum (cynpeccust Nk1) (oricanst
(Canraes u 1p., 2010)); 0 — KOHTPOJIEHBIX pacTeHHI Tabaka (HETPAHCICHHOE PACTCHUE); B — PACTCHHUI Tabaka,
aKcIpeccupyrommx skcrpaknerounyto PHKazy ZRNasell Zinnia elegans (cBepxakcnpeccust ZRNasell) (onmcansr
(Canraes u mp., 2007)). (Ou3umorpamma. B kauecTBe cyOcTpara B MOJHAKPUIAMUIHOM TeJiC HCIOJIh30BaIach

BbIcoKkoMonekysipHas PHK nposxoxeit).
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tenbHo, PHKa3b1 cemelicTBa A, Kak M CEKpETOPHBIC
PHKa3b1 pacTenuil, 3aeiicTBOBaHbl BO MHOTHX
mporieccax, IpuIeM X OHOIOTrHIecKre (QYHKITHH
cxonubl ¢ pyukiusaMu S-momoousx PHKa3. K tomy
JKe, HECMOTPsI Ha HEKOTOpBIE pa3uuus B pepmeH-
TaTMBHOM aKTUBHOCTH, OCHOBHOM cyOcTpar PHKa3
cemeiicTB T, 1 A OfIUH U TOT XKe.

Opnnaxo HecMOTps Ha Takoe cxoacTBo, PHKa3bl
cemeiicTBa A, I0-BUIMMOMY, HE CMOIIU IIOJTHOCTBIO
¢yukumonansHo 3amernTs PHKa3b1 cemetictra Ty
Yy TIO3BOHOYHBIX JKMBOTHBIX, TaK Kak MO KpalHeu
Mepe oauH rel, kogupyronuii PHKa3y cemeiicta
T,, oOHapykXeH y KaxJ0ro XHBOTHOTO, TCHOM
KOTOPOTO TOIHOCThIO cexkBeHupoBaH (Hillwig et
al., 2009). [IprnunHa TakoW KOHCEPBATHBHOCTH
(oueBUIHO, CBSI3aHHAS C BBITOJIHICMBIMU OCIIKOM
(byHKIUSIMH ) TTOKa He m3BecTHA. CyIecTByeT MHIIo-
Te3a, yTo akcTpakyerounsie PHKa3zb1, sxcnipeccus
KOTOPBIX HAONIONAeTCS Ha PAaHHHUX CTAIUAX Pa3-
BUTHUS (B YMOPHOHANBHBIX TKaHSX), MOTYT OBITh
cBs3aHbI ¢ MeTabomu3aMoM MUKpoPHK (miRNA),
TPAHCTIOPTUPYEMBIX TI0 SKCTPAKIECTOYHOMY MPO-
CTPAHCTBY, U, KaK CJEJICTBUE, C PETYISIUe IKC-
npeccun reHos (Hillwig et al., 2009).

TakuMm 00pa3oM, ¢ OTHOH CTOPOHBI, H3yUCHHE
skctpakieTounbix PHKa3 pacrennii moxer yrmy-
OWTD HAIlM 3HAHWS O MEXaHU3MaX aIallTal[lH pac-
TEHUH K pa3InyHbIM (opMaM CTpecca, 9T0 UMEET
00IbIII0E TEOPETHUECKOE U ITPUKIIAIHOE 3HAYECHHE.
C npyroii ctoponsl, Bo3moxHo, T, PHKa3sr He
TOJIBKO UTPAIOT POJIb B MPOLIECCaX, PACCMOTPEHHBIX
B JIAHHOM CTaThe, HO TaK)Ke BBIMTOIHSIOT KAKHUE-TO
WHBbIE Ba)XHBIE (YHKIIUU, KOTOPHIE MOTYT OBITH
HBOJIOIMOHHO KOHCEPBAaTHBHBIMH.
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Summary

The extracellular space of plant tissues contains a complex set of proteins whose functions are poorly understood.
This paper represents the current view on biological roles of extracellular ribonucleases. In particular, their relation
to molecular mechanisms conferring resistance to pathogens is discussed.

Key words: T, RNases, S-like RNases, stress, phosphate deficiency, wounding, protection against
pathogens.



