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MADS-ngomenH#b1# TpanckputtiinoHHBINA (pakTop RIPENING INHIBITOR (RIN) saBasieTcst rimo6abHBEIM
peryJsiTopoM mpoliecca co3peBaHus rioga romata Solanum lycopersicum L. RIN KOHTpoJIMpyeT KacKaj pe-
aKIM cO3peBaHMsI COYHOTO IUIOAA OTHOBPEMEHHO Ha HECKOJIbKHMX YPOBHSIX: aKTUBUPYS SKCIIPECCUIO T'e-
HOB APYTUX PEryJIsITOPHBIX O€JIKOB; aKTUBUPYS FeHbl OMOCUHTEe3a 3TUJIeHa (MHULUUPYS STUJICH-3aBUCH -
MBI CUTHAJILHBIN IyTh); HEIIOCPEACTBEHHO 3aIlycKasl TPaHCKPHUITIIUIO TeHOB OMOCHHTE3a KApOTUHOMIOB,
apoMaTUYeCKMX COeNMHEeHUIi, TeHOB MeTa0oJIM3Ma YIJIEBOJOB Y MOAM(UKALIMU KJIETOYHOM CTEHKU (pery-
JIMpYS 3TUJICH-HE3aBUCUMBII ITyTh); a TAKXKE yIaCTBYeT B HEKOTOPHBIX SMUTCHETUIECKIX MOIU(PUKAIIHSIX,
COIIPOBOXKIAIONINX ITPOLIECC CO3PEBaHMsI COYHOIO I1oaa. bynyyu OTKpBITH IIepBOHAYaIbHO y TOMaTa, Ha
CeromHSIIHUM meHb roMooru RIN ommcaHsbl 1j1s1 MHOTHX KYJIBTYP C COYHBIM IUTonoM. B 0630pe paccmort-
PEHBI MOJIEKYJISIpHbIE 0COOEHHOCTU TpaHCKpunimoHHoro gakropa RIN u ero romosioroB — MADS-(dak-
TOPOB TPAHCKPUIILINY PA3JIMYHEIX BUAOB PACTEHUI, BHITOJHSIOMNX CX0XYI0 ¢ RIN ¢yHKIIMIO KOHTpOIIS
IIPOLIECCOB CO3PEBaHUSI COUHOIO MJI0Aa U UMEIOIIMX CXOXYIO 3BOJIOLIMOHHYIO UCTOpUIo. OXapaKTepuso-
BaHEI CTPYKTYpa, IPOCTPAaHCTBEHHO-BpeMeHHasT dKCIIPECCUsI, TeHBI-MUIIIEeHN OaHHEIX peryiasropoB. Ha
puMepe OTHOAOJbHBIX 1 IBYIOJbHBIX paCTeHUI, (DOPMUPYIOIINX COUHBIH 104, TAKUX KaK TOMAT, 0aHaH,
mepel, BUHOrpal, 3eMJISTHUKA IToka3aHo, yTo MADS-6enku nmoncemeiictBa SEPALLATA wurparor neH-
TpaJbHYIO POJIb B UPE3BbIYAMHO CJIOKHOM TPAaHCKPUNLIMOHHON peryJjsiny Kackaaa peakluii co3peBaHUs
KaK KIMMaKTEPUISCKUX, TAK M HEKINMAKTSPUISCKUX IIJIOOOB.

KimoueBble ci10Ba: COUHBII IUIOM, CO3peBaHNeE IUIOAA, peIpoayKTUBHOE pa3Butue, MADS-n1oMeHHbIe hak-
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DOU3NOJIOTIO-BUOXUMHNYECKHUNE
OCOBEHHOCTH CO3PEBAHUA
COYHOI'O TUNIOJA

ITnox — cnenmanu3MpoOBaHHBINA OpraH pacTeHUI,
HeOoOXOOUMBII IJIsl pacIpocTpaHeHUs ceMsIH. Mcxo-
IIsT 13 MOP(OIOTMIECKMX M1 aHATOMUYECKNX OCOOEH-
HOCTEli, CYIIEeCTBYET MHOXECTBO MPMU3HAKOB IS
KJTaccuuKaluuu miogoB. 1o HAIMYMI0O COYHOM MSI-
KOTH IUIOMBI IIPUHSTO Pa3IeIsiTh Ha CyX1e U COUHBIC.
Cyxue 1 coOyHBIE TUIOAbI 00pa30BaHbl CXOXKUMM TKa-
HSIMU, OJHAKO pa3IM4aloTCs YpOBHEM JIUTHU(pUKA-
1M1, YMCJIOM M pa3MepOM KiIeToK [1, 2].

B IIpoLECCC S3BOJIOLMU COYHBIA IIOA MOSIBUJICS
IIO3JHEC, U €0 BOBHUKHOBCHUE IPECACTaABJIACT DBO-
JJIOMMOHHOC MMPENUMYIIECTBO OJIA paCTeHHVI, TaK Kak
COYHBIE TIJIOABI Oosee IIPUBJICKATC/IbHBI IJIA 2KMBOT-
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HBIX, YTO MO3BOJISIET PACTUTSILHOMY BHMIY pacCIlIu-
PUTB apeall pacripocTpaHeHus1 ceMsH [1, 2].

Pa3BuTre couyHOro miaoja BKIIIOYAET HECKOJBKO
9TaNoB: 3aKjaJKa, pocT, co3peBaHUe (maturation) u
cTagus OMoIorndeckoii creaoctu (ripening). Co3pe-
BaHME COYHOTO ILJIOAA — CJIOXKHBIM IIPOIIECC, COIPO-
BOXIAIOIIWIICI M3MEHEHUEM (PU3MOJIOTUYSCKUX U
OMOXMMUYECKMX XapaKTEPUCTUK, BKIIIOYAsI COOEP-
XKaHWE U COCTaB (PpUTOTOPMOHOB, CaxapoB, IMUTMEH-
TOB, apOMaTUYECKUX COCIUHEHMI, a TAKXKe MOOUPU-
KallIO CTPYKTYPHI KIETOUHBIX CTCHOK.

Hcxons u3 GU3MOIOTMYECKMX OCOOCHHOCTEN,
MPOLIECC CO3PEBaHMsSI COYHOIO IIOAA MOXET OBITh
KJIMMaKTepUYECKMM U HEKJIMMaKTepudecKuM |3, 4].
Kinmmakrepnyeckue IUIONBI MMEIOT XapaKTEpHBII
MaTTepH W3MEHEHMsI MHTEHCUBHOCTU IbIXaHWS: Yy
pa3BUBAIOLIETOCS IUIONA AbIXaHWE CHavaia MeIJIeH-
HO CHILKAETCS 10 HIDKHEM TOYKH, U3BECTHOM KaK J10-
KJIMMaKTepUIECKNiT MUHUMYM (Ha JTaHHOM CTaauu
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IUIOJ OCTaeTCsl HecIleJIbiM). 3aTeM MHTEHCUBHOCTH
JIbIXaHUs HauyuMHAeT NUHAMWYHO pacTH, IOCTHUTrasl
KJIMMaKTepUIECKOTO MakKCUMyMa. B 3TOT MOMEHT y
GOJIBIIMHCTBA PACTeHUI (MJIM HECKOJBKUMU YacaMu
W THSIMU MO3XKe) TUIOA JOCTUTAECT OMOJIOTMUECKOM
cresioctu. Ilocie crtanuy KIIMMaKTEpUIEeCKOIO MaK-
CUMyMa WHTEHCUBHOCTb JbIXaHWSI CHUKAETCS, UTO
CBUJICTEJILCTBYET O Hadasie CTaauM cTapeHus 1toaa [3].
PocTy MHTEHCUBHOCTHU IBIXaHUS Y KIMMaKTepude-
CKUX IUIOIOB COITYTCTBYET Pe3KUil CKa4OK CHUHTE3a
stuneHa [5]. IlpumMepaMn KIMMakTepUIeCKUX TUIO-
JIOB CIIyXaT IUIOABI TOMaTa, baHaHa, s10J10Ka, aBOKa-
1o, rpymn [4]. Y HeKimMMaKTepruieCKIX IIOOB IPO-
LIECC CO3peBaHUSI HE COMPOBOXIAETCS YCUJICHUEM
MHTCHCUBHOCTHU IbIXaHUS, U KOHLEHTpALUs 3TUJIC-
Ha IIpY 3TOM OCTaeTcsl Ha HM3KoM ypoBHe [4, 5]. He-
KJIMMaKTepUIeCKre TUIOABl — Y 3eMJITHUKU, BUHO-
rpaga, HIMTPYCOBBIX, aHAHaca u 1p. [4].

Hannuue strieHa Heo6XOAMMO IJj1s1 HOPMaJIbHO-
ro TIPOTeKaHUs Mpoliecca CO3peBaHUsI KIUMAaKTePU-
YEeCKUX IUJIOJOB, TaK KaK OH CJIYKHUT PEryJIsiTOpOM
TPAaHCKPUMIIAY U TPAHCISIIIUU MHOTUX TEHOB CO3pe-
Banusg [5]. IloarBep:kmeHneM 3TOMY SIBIISIETCS 3a-
MeJJIEHUE WJIM OTCYTCTBUE CO3pEeBaHMs Y TPaHCTEeH-
HBIX pacTeHMI ¢ 3a0JIOKMPOBAaHHBEIM OMOCHUHTE30M
sThaeHa [5].

HoJroe BpeMsl CUMTAIOCh, YTO POJIb 3TUJICHA B HE-
KIIMMaKTCPNYCCKUX ILI0Oax KpaﬁHe orpaHM4YcHa, HO
MHOTHE COBpEMEHHbIE UCCIICIOBAHUS CBUIETEIHCTBY-
oT 00 obparHoM. Hampumep, y nmiomoB BUHOTrpama
(Vitis vinifera L.) nokazaHo Haauuue QYHKIMOHATIb-
HOT'O CUTHAJILHOTO ITyTU 3TUJIEHA, 3alyCK KOTOPOTO
COMPOBOXIAETCS POCTOM ILJIOAA M CUHTE30M aHTO-
unaHoB [6]. ¥ aHanaca (Ananas comosus L. Merr.)
MPOLIECC CO3PEBAHUSI COIPOBOXKAAETCS aKTUBALVei
TeHOB OmocuHTe3a aTIeHa [7]. OmHaKo MeXaHU3MBI
STUJICH-OIIOCPEIOBAHHON pETyJSILIUM  CO3pPEBaHUSI
HEKJIUMAaKTEPUUECKUX IUIOJOB M3Y4eHbl HEIOCTa-
TOYHO [8], TO3TOMY IaHHOI IPOoOIEeMe MOCBSIIIEHO
MHO2KECTBO COBPEMECHHBIX VICCIICL[OB&HVIﬁ.

HecMmoTpst Ha TO, YTO 3TUJICH CUMTAETCS IJIaBHBIM
TPUTTEPOM IIpollecca CO3peBaHMsI, KpoMe STUJICH-
3aBUCHMBIX CYIIECTBYIOT TaKK€ U OTUJICH-HE3aBUCH-
Mbl€ yTH aKTUBAllMU T€HOB co3peBaHus [S]. [Tomu-
MO 3TUJIEHA B PETYJISIIIUY CO3PEBAHMS COUHOTO IJI0A
MOTYT IPUHMMATh y4acTUE U IPYyrue (PUTOrOPMOHBI,
OIHAKO, B HACTOSIIIIMII MOMEHT, TaKue NaHHbIe HEeOmd-
HO3HA4YHbI. PaHee cumTaaockh, 4ToO ayKCHUH OKAa3bIBaeT
CYIIIECTBEHHOE BJIMSTHME Ha IPOILIECCHI POCTa M CO3pe-
BaHWMs TUIona 3eMIISTHUKM (Fragaria X ananassa Duch.),
TaK KaK POCT 1IBETOJIOXKA 3aBUCUT OT IIOCTYIICHUSI B
HEro ayKCHMHa 13 CeMSIHOK (I opelikoB) [9]. B To xxe
BpeMsl aHajiu3 TPaHCKPUIITOMOB pPa3BUBAIOIIETOCS
IUiofa 3eMJITHUKM (MHOI'OOPEINKA) BBHISIBIJI BBHICO-
KMI1 ypOBEHb 3KCIIPECCUU T€HOB OMOCUHTE3a 1 CUT-
HaJIbHOTO MYTU ayKCHMHa W B CaMOM IIBETOJIOXE B
Ipol1iecce Co3peBaHMs JIOXKHOIM sironb [9]. Kpome Toro,
B pPa3BUTUU IUIOAA 3€MJISTHUKM MPUHUMAIOT y4acTue

CIIYTUHA

N apyrue (puToropMoHBI: TMOOepemHbl [10], adc-
1u3oBas kuciora [11, 12], x)xacMmoHoBast kucjora [13]
u 6paccuHocTepousl [14]. [Tpu 3TOM 3TUJIEH HE UT-
paeT ompelesIoNieil pojii B IIPOLIECCE CO3PEBAHUST
3eMJISTHUKU [ 15], XOTSI oKa3bIBaeT BaXKHOE BIMSIHUE Ha
MHULIMALNUIO0 HEKOTOPBIX OTIEIbHBIX acleKToB [16],
HO HE BCEro IIpoliecca CO3peBaHWUsI, KaK B cClIydae
KJIMMaKTepUIECKUX II0A0B [9].

Kak B ciiyuae aTujieH-3aBUCMMOTrO, TaK 1 B cllydyae
3TWIEH-HE3aBUCUMOTO MyTH CO3pPEBAaHUS IIPOCTPAH-
CTBEHHO-BPEMEHHYI0 KOOPJAMHALIMIO PabOThl KOM-
IJieKca TeHOB CO3pEBaHUSl OCYIECTBISIOT TpaH-
ckpuniuoHHbie dakTopbl (TP), CBA3BIBASICH C UX
IMPOMOTOPAaMM W KOHTPOJMPYS YPOBEHb WX TpaH-
ckpunumn. TpaHCKpUITIIMOHHBEIE (AKTOPBI MOTYT
KOHTPOJIMPOBATh IKCITPECCUIO TEHOB KaK UHAUBUIY -
aJIbHO, TaK U B KOMIUIeKCe ¢ ApyruMu Td 1 6ekamu.

Cpemun Bcex T®, peryJmpylommx Cco3peBaHUE
COYHOTO IUIOIA, OCOOCHHO BaXXKHYIO POJIb UTPAET Ce-
MeiictBo MADS-nomeHHbIx 6enkoB [17]. IIpencra-
BUTEIU JaHHOTO CEMeicTBa OOHApYKEHEI B TeHOMAaX
BCEX 2YKApMOT M XapaKTePU3YIOTCS IIPUCYTCTBUEM
N-KoHI1IeBOTO BbICOKO KOHcepBaTuBHOTO JIHK-CBSI-
3eIBamolero nromeHa MADS. Haubonee moaHo oxa-
pakTepu3oBaHHble MADS-T® pacreHuii npuHamie-
xkaT K tuny Il (MIKC-Tum) 1 urparoT BaxKHEHUIIYIO
POJIb BO BCEX MpOoIeccax pa3BUTUSL, KOHTPOJIMPYS He
TOJIBKO MASHTUIHOCTD LIBETKOBOIM MEPUCTEMEBIL U OP-
raHOB 1IBETKa, HO M Pa3jIMYHbIC aCIEKThl Pa3BUTUS
ceMsIouek 1 ronos [18, 19].

Ha cerogHsimiHuiT AeHb OCHOBHBIM MOJIEJIbHBIM
pacTeHHMeM C COYHBIM IUTOHOM SBIISIETCS TOMAT
OOBIKHOBEHHBbII (TOMAaT OBOILIHOI; Solanum lycoper-
sicum L.). I3yyeHue CIOHTAaHHBIX MyTaLlUii C IPKUM
beHOTUTIMIECKM TIpOSBICHNEM ITO3BOJIMIIO BBI-
SIBUTh TPU PETYJIITOPHBIX O€JIKa, 0€3 KOTOPHIX HEBO3-
MOXHO CO3peBaHMe COYHOTro ruioaa Tomara. K Hum
otHocsITca MADS-T® RIPENING INHIBITOR
(RIN, unu SIMADS-RIN), NAC-T® NO-RIPEN-
ING (NOR), a rakxke SPL-T® COLORLESS NON-
RIPENING (CNR) [20—22]. Bynyuu oTKpbITEL 20—
50 et Ha3ad, B HACToOSIIIEee BpeMsl KOTUPYIOIINE UX
TeHbl CYUTAIOTCSI KIIOUEBBIMU PETYISITOPAMU CO3pe-
BaHUS 1100a Tomara [23—25].

T® RIN 3anyckaeT KacKaj peakliii Co3peBaHUs,
aKTUBUPYS DKCIIPECCUIO TEHOB ABYX IIPYTUX PETyJisi-
TopoB, NOR u CNR, TeM caMbIM KOHTPOJIUPYSI HAK-
OoJjiee paHHME 3Tarlbl co3peBaHus 1uiona [23]. RIN
TakXe aKTUBUPYET reHbl O0MOCUHTE3a TUJIEHA, UHU-
LIUUPYSI STUJIEH-3aBUCUMBIII CUTHAJIbHBIN TYyTH [4].
RIN MoXeT HemocpeACTBEHHO 3amyCcKaTb W TpaH-
CKPUIIIIMIO TeHOB OMOCUHTE3a KAPOTUHOUIOB U apoMa-
TUYECKUX COCIMHEHUN, a TaKKe TeHOB MOAV(UKALIUNA
KJIETOYHOM CTeHKU [26, 27|, TeM caMbIM peryiampys
STUJIEH-HE3aBUCHUMBIi ITyTh co3peBaHus 1ona. Kpome
toro, RIN y4yacTByeT B HEKOTOPBIX 3MUT€HETHUYE-
CKUX MoaubuKalusx, HalmpuMep, METWIMPOBaHUU
JHK [23], aBnsgs1ch, TaKMM 00pa3oM, TIIO0ATTLHBIM
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Puc. 1. MojekyasspHble MEXaHU3MbI CO3pEBaHUSI COYHOTO IJI01a, KOHTPOJIMPYEMbIe TPAHCKPUITLUOHHBIM hakTopoMm RIN.

PETYISITOPOM TIpoliecca CO3peBaHMs ILIOAA TOMATa
(puc. 1) [28].

Hccnenosanus Td, onpenensiomnx CpoKu CO-
3peBaHUs COYHBIX TUIOIOB, IIOMUMO TEOPETUYECKO-

®U3NOJOTUI PACTEHUM  Ttom 68 Ne 5 2021

ro, MPUOOPETHU U GOJIBILIOE TTPAKTUYECKOE 3HAYEHNE.
DTO MOATBEPKIAETCA PACTYILUM KOJIUYECTBOM 0030-
POB, TIOCBSIIIIEHHBIX KOHTPOJIIO CO3PEBAHUS COYHOTO
IJI0Ja U y4acTuio B HeM reHa RIN [24, 29-31, 36].
HakoruteHHBIE 3HAHUS YK€ CTAHOBATCS MPEAMETOM
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IIJIs1 9KCIIEPUMEHTOB B 00JIACTH OMOTEXHOJIOTUH PacTe-
HMIi C UCTTOJIb30BaHUEM COBPEMEHHBIX METOIOB PeIaK-
TUpOBaHUs TeHoMa. [11omb! ¢ merIIMTOM aKTUBHOCTHA
RIN, nonyaennsie ¢ nomoibio CRISPR/Cas9, co3pe-
BalOT OMHOBPEMEHHO C TuiogaMu aukoro tumna (WT),
HO B cpaBHeHnu ¢ WT, cuHTe3upytot b 10% Ka-
POTMHOMIOB U 3TUJIEHA, a TaKKe 3HAYUTEIIBHO I10-
HMKEHHOE KOJIMYECTBO JIETy4YMX BemlecTB [32—34].
Oto noareepxkaaet yuactue RIN B co3peBaHNM COUHO-
IO IJIONIA ¥ CBUACTENBCTBYET O €T0 HEYyJaCTUX B MTHUIIM -
anmm co3peBaHus [33]. To, yTo mIomBl pacTeHUit C
CRISPR/Cas9-HokaytoM RIN neMOHCTPUPYIOT 13-
OBITOYHOE CMSTYCHHME M YCKOPEHHYIO Ierpamalluio
KJIETOYHOI CTEHKU MO CPAaBHEHUIO C IMKUM TUIIOM,
MO3BOJIMJIO MPEANoJoXKUTh, 4To RIN monapiser me-
pe3peBanne 1ioga [35]. Kpome Toro, 6n110 TTOKa3a-
HO, 4TO yceueHHbI TM RIN, nuineHHbIi C-KOHIIE-
BOI'O JOME€HAa, KOOUPYEeMbIi IPYTrUM aJIeIeM JOKyca
RIN (rinG2), He aKTUBUPYET TPAHCKPUIILIUIO, HO,
nogooHo RIN nukoro tuma, o6paszyeT KOMIIJIEKCHI
T®, KoTOpEIE CBI3BIBAIOTCS C 1LIEIEBBIMU O0JIACTSIMU
reHoMa. ITnoner, akcripeccupytome RING2, nmeior
YBEJIMUYEHHbII CPOK XpaHEHUSI, HO B OTJIMYME OT IO~
JIOB rin, HaKaIUIMBAIOT JIMKOIIMH W BBHIDJISLISIT OpaH-
XeBbIMU [35].

BoibIIMHCTBO TakKMX McclieqoBaHUL U 0030pOB
COCPEIOTOYEHO Ha MOIEILHOM OOBEKTE — TOMATe
OOBIKHOBEHHOM, OTHAKO 3TU JaHHbIE HE BCeraa BO3-
MOXHO 3KCTparojJMpoBaTh Ha ApYyrue KyiabTypbl. C
JIPYTroii CTOPOHBI, B OCJIEAHIME TOObl HAKAIJIMBAETCS
BCe 0O0JIbIlIe HECUCTEMAaTU3UPOBAHHBIX JAHHBIX O TO-
monorax T@® RIN y BuaoB pacTeHMI KaK C KJIMMaK-
TEePUIECKUM, TaK U C HEKIIMMAKTEPUISCKUM TUIIOM
co3peBaHus 1ioga. IToatoMy B 1TaHHOM 0030pe 0CO-
00e BHUMaHHUE yIeJIEHO CPaBHUTEIILHOM XapaKTepu-
ctuke romosioroB T® RIN, BKiro4as MX poJjib B pery-
JISIUMUA CO3PEBaHUSI COYHOIO IJI0Ja pa3uYHbIX BU-
JIOB PAaCTEHUM.

T'omonoru MADS-T® RIN omnucaHbl 111 MHOTUX
KYJIbTYP C COUHBIM TJ1I0A0M. [1py 3TOM y HEKOTOPBIX
KyJIbTYp HalileHbl MOJIHbIe (DYHKIIMOHATIbHbIE TOMO-
jgoru RIN, a y Apyrux BBISIBIEHO HECKOJBKO (DYHK-
LIMOHAJILHO U30BITOYHBIX 0€71KOB, cxoaHbIX ¢ RIN 1o
cTpykrype u/unm GyHkiuu. OObeTUHSIOIINM IIp1-
3HAKOM SIBJISIETCSI O0IIIee IBOTIOIIMOHHOE TTPOUCXOX-
JIeHNe JaHHBIX 0eaKOoB, BXomsammx B MADS-monce-
meiictBo SEPALLATA (SEP), Ho npencTaBistionimnx
paznuuHble Kiaapl. Tak, reHbl ToMata RIN u nepua
CaMADS-RIN romonorudHsl reny SEP4 Arabidopsis
thaliana L. n otHOcgTcsa K kitane SEP4 [37]. 'ens! Bu-
Horpana, Konupylonue QYHKIIMOHATbHbIE TOMOJIOTH
RIN, oTHOCSATCS cpa3y K ABYM pa3IWdHbIM KJIadaM:
SEP3 (WiSEP3) u SEP4 (WiSEP4) [38]. Haubonee
OMU3KUIA MO CTPYKType TeHy RIN, reH 3eMIISTHUKU
FaSEP4 B nnogax sKcnpeccupyeTcst KpaitHe HU3KO, B
otinuue ot reHa FaMADS9 (xknana SEP1/2), romo-
Jiorusi KOToporo ¢ RIN HUXe, HO KOTOPBIi TIpHA 3TOM
BBICOKO TpaHCKpubupyercs B mione [4]. [logoGHEIe
pas3anuus NpearoaramT, YTO AYyTUTMKALU U JUBEp-

CIIYTUHA

cudnkaysa SEP-TeHOB MOXET JIeKaTh B OCHOBE CO-
BpPEMEHHOI0 MHOroo6pasusi GopM U KadecTB KJIM-
MaKTEpPUYECKUX M HEKIMMAKTEPUUSCKUX COYHBIX
nnonos [37].

CTPYKTYPA TPAHCKPUITHMOHHOTI'O
DAKTOPA RIN 1M ET'O TOMOJIOI'OB

RIN u ero roMoJyiord y Apyrux BUIOB pPacTCHUIA
otHocaTcst K MIKC-tunny MADS-T® 1 UMEIOT CXOXYIO
CTPYKTYpY: OCJIEIOBATEIbHO PACIIONIOKEHHBIE BHICOKO
KOHCepBaTUBHBIM N-KoHIIeBoii MADS-noMeH, MexX-
noMeHHas1 [-061acTh, cpenHe KOHCEpBAaTUBHBINA Ke-
paTuH-NIoA00HBIN noMeH K 1 BbICOKO BaprabeabHas
C-koH1eBast 001acTh (puc. 2).

Homen MADS y MIKC-T®, B ToM uncie y npea-
craBuTeneit kiaanasl SEP, oTHOCHTCS K mOMeHaM THITa
MEF2-like (IPR033896; myocyte enhancer factor 2-like)
[39]. OnHoit 13 GpyHKILMIT JaHHOTO TOMEHa SIBJISICTCS
cesa3biBanme ¢ JIHK, a Takke yuyactue B ToMO- U Te-
tepoaumepu3auuu [39, 40]. @yukuusa K-nomeHna 3a-
KJTI04YaeTcsl B 00pa3oBaHUU MeXOEIKOBBIX cBsizeit [ 18].
C-006macTh OeJIKa IPeaIIoNOXKNTEIFHO YIaCTBYET B aK-
TUBALUY TPAHCKPUITLUY 1 B 00pa30BaHUM KOMITJICK-
COB BBICOKOTO Topsiaka [ 18, 41, 42].

benku T®, romosornynbix RIN, onpenensionimx
IIPOLIECC CO3PEeBaHMsI COUYHOIO IUIOAA, a TaKKe POJI-
cTBeHHbIe Oenku kinanel SEP A. thaliana numelor
cXxoaHbIe pa3Mepbl (235—251 a.o.), MOJIEKYJISIpHYIO
Maccy (o1 26.9 mo 29.5 xJla) v IPOTSKEHHOCTD TOMe-
HOB U MEXIOMEHHBIX o0aacTeil (puc. 2). Ctpykrypa
JIAaHHBIX OEJIKOB KOHCEPBATMBHA Y Pa3JIMYHBIX BUIOB
OOHOMOJBHBIX W ABYHOJIbHBIX PACTEHMI, He3aBUCHU-
MO OT TuMma (hoOpMHUPYEMOTO ILI0A.

ITPOCTPAHCTBEHHO-BPEMEHHAA
OKCITPECCUA I'EHA RIN
N EI'O TOMOJIOTOB

B renome A. thaliana nmeetcs yetovipe SEP-TeHa,
KOTOpKIE IIPEACTABISIOT OTAcAbHbIE Kitaabl SEPI,
SEP2, SEP3 u SEP4, pazanualomuecs, B II€PBYIO
ouepenb, maTrepHamMu 3Kcrpeccuu [43, 44]. Cornac-
HO OOILICIPUHATOM TeHeTUIECKO MOIEIN Pa3BUTUS
uBetka ABCDE, reust SEPI (AGL2), SEP2 (AGL4) n
SEP3 (AGL9) TpaHCKpUOUPYIOTCS B 00J1aCTH 3aKJIad -
KM [IBETKOBBIX OPTaHOB TPEX BHYTPEHHUX MyTOBOK H,
JIajee, B pa3BUBAIOIIMXCS JIENIECTKaX, THIYMHKAX U
TUIOAOJMCTUKAX 0 CTaAuUd TepMHUHALUU 1LIiBeTKa [4,
37]. Ipodunu s3kcnpeccuu reHoB-ToMooroB SEP4
(AGL3), B Tom unciie RIN, ropa3no 6oiee pa3HOO0-
pas3nbl. Tak, reH SEP4 (A. thaliana) TpaHcKpuOUpy-
€TCsI BO BCeX KpYrax LiBeTKa 1 IPYTUX HaI3eMHbBIX Op-
raHax pacTeHus, TeH neTyHuun PhFBP4 — B qatienn-
CTHUKaXx, JIelecTKax, MeCTUKe U TUIoJe, a T'eH sI0JI0HU
MdMADS4 — Bo Bcex 4eTbIpeX Kpyrax 1IBeTKa 1 IJIo-
max [37].

Cpenu pacTeHUI ¢ COYHBIM IUIOAOM SKCIIPECCUs]
SEP4-nnomooHoro reda RIN BriepBbIe ObLJIa OITMCaHa
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MADS I K C
p-value ; > > " - - -
[
SIRIN 7.07e-174 |- 242 aa é
1 2 3 4 5 6 7 8 9 10 N\
CaMADS-RIN 8.78c-175 NI [ [ o B ] ] 241 aa
1 2 3 4 6 7 8 11 10 l
MaMADS2 9.17¢-19¢ I |l I BN N N 243 aa
1 3 ,_4_| 5 12 -
MaMADSI 1.66e-164 I I B W 235 aa [

6 13 8 10 :
I B B W 249 aa '

5
-1-_242 aa %
B 243 a2

6 14 7 8 15 10 <
I B [ 262 aa

5
ﬁ“ﬂ- 250 aa

5 }
; -_-“251 aa
- B 58

1 2 3 4 5

FaMADS9 2.93c-1g1 I | T
1 2 3 4

VViSEP3 9.48¢-194 HES ) ] -
WIiSEP4 7.10e-176 I |l

3 4 5
SEP1 2.96e-201 EC— —
SEP2 9.11e- 196_ : II—":H
SEP3 12le-177 -12_ - | 14:“
SEP4 8.97¢-144 I -

Puc. 2. OcHOBHBIE TOMEHbBI 1 KOHCEPBATUBHbIE MOTUBBI O€JIKOB TPAHCKPUIILIMOHHBIX (hakTopoB noacemeiicrsa SEP, onpene-
JISIIOLMX CO3peBaHUe COYHOTO T1oaa y pa3nnuyHbix BuaoB pacteHuii. RIN (SIRIN; GenBank: AAM15775.1) — S. lycopersicum;
CaMADS-RIN (CaRIN; GenBank: ABJ98752.1) — C. annuum, MaMADS?2 (GenBank: ACJ64678.1) u MaMADS1 (GenBank:
ACJ64679.1) — M. acuminata; FAMADS9 (GenBank: AAO49380.1) — E ananassa; VViSEP3 (GenBank: AAM21344.1) u Vvi-

SEP4 (GenBank: XP_002263410.2) —

V. vinifera; SEP1 (GenBank: NP_001119230.1), SEP2 (GenBank: NP_186880.1), SEP3

(GenBank: AAB67832.1) u SEP4 (GenBank: AAB38975.1) — A. thaliana. KoHceHCcycHBIE TTOCIEIOBATEILHOCTH KOHCEPBATUB-
HBIX MOTMBOB, BBbISIBJIECHHbIE ¢ momolibio mporpaMmmbl MEME Suite 5.1.1 (http://meme-suite.org/index.html): 1 — MGR-
GRVEL, 2 — RIENKINRQVTFAKRRNGLLKKAYELSVLCDAEVALIIFSNRGKLYEFCS, 3 — SSSMLKTLEREQKCSY-
GALEVNQPAKEEQ, 4 — YQEYLKLKARVEALQ, 5 — QRNLLGEDLGPLNTKELEQLERQLDSSLKQIRSTKTQYMLD-
QLSDLQRKE, 6 — QMLLEANKALRRKLEESSQAN, 7 — WEPGEQNVQY, 8 — QPQSEGFFQPLECNPTLQIGY,

9 — GYDNVPP, 10 - AASGQSVNGYIPGWM, 11 — PDPIAI,

15 — NPVCSEQIAVT.

y ToMaTa 0ObIKHOBEHHOTO [4]. RIN aKcripeccupyercs,
J1aBHBIM 00pa3oM, B IUIOJAX, HOCTUrasi MakCuMyma
BO BpeMs MHMLIMAlUU co3peBaHusl (ctanusi Breaker)
M TIOJIHOTO mokKpacHeHusd 1uiona (ctagust Red Ripe)
[45]. B oTnuyue oT MHOTMX APYTMX I'eHOB CO3peBa-
HUS TUToda ToMarta, aKcripeccuss RIN TmpakTudecku
He 3aBUCHUT OT BO3JEMCTBUS 3TUiIeHa [4].

HMHTEepecHO, 4TO CTPYKTYPHBIIA TOMOJIOT TeHa
RIN, ren CaMADS-RIN nepua Capsicum annuum L.
BKCIIPECCUPYETCS HE TOJIBKO B IIJIOMaX, HO U B KOp-
HSIX, CTeOJIsIX, JIMCThSIX M 1IBeTKaX, HO Ha HU3KOM
ypoBHe. TeM He MeHee, Ha KOHEUHBIX CTaaUsIX CO3pe-
BaHMS TUIOAA TPAHCKPUTIILIMS TeHa Pe3KO YBEeJIMIMBa-
eTcsl, JoCcTurast Makcumyma [8].

JBa cTpykTypHbIX romoJjiora RIN, renst MaMADS'1
u MaMADS?2 6anana Musa acuminata L. io-pa3zHOMY
SKCIPECCUPYIOTCS B MSIKOTHM M KOXype IUIOAa, 4TO
MpeanojaraeT Halu4re He3aBUCUMBIX MEXaHU3MOB CO-
3peBaHU IJT Pa3IMYHBIX YyacTeil mrona. Tak ke, Kak 1
RIN, ren MaMADS2 tpanckpubupyeTcsl He3aBUCH-
MO OT BO3JeCTBU 3TIeHa [44, 46].

VY zemnsgHuku F. X ananassa Duch. reH-roMosior
RIN, FaMADS9, cnabo 3KcIpeccUupyeTcsl B LIBETOIO0-
K€ ¥ BBICOKO B OpeIIKax, MMesl IBa InKa pPe3KOoTro po-
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12 - WENYGHP, 13 - WEHGGDHQH, 14 - HHIGGGW,

CTa 9KCMPECCUU — Ha CTaaUsIX 3€JICHOTO U KPAaCHOTO
mozna [47].

CtpykTypHble romojiorn RIN BuHorpana V. vinif-
era L., reasl WiSEP4 n WiSEP3, TpaHCKpUONPYIOT-
cs1 B mepuo co3peBaHus miaonos [38, 48—51]. Ho, B
otmure oT RIN, nx sKCIPECCUOHHBIN NTpodUib HE
MMEET TaKOM K€ YeTKOI B3aMMOCBSI3H C HAaYaJIOM IIe-
puona cMeHbl OKpacku (craaust Véraison) [52].

B me3okapne mionoB macianuHoit nanbsMbl (Elaeis
guineensis Jacq.) akcnpeccupyetcs nsTh SEP-reHoB,
nBa n3 KoTopbelx (CL1Contig8010, CL1Contig3848)
aKTUBHUPYIOTCS B IIEPUO BCIUIECKA CUHTE3a 3TUJICHA,
HO SIBJISIFOTCSI CTPYKTYpPHBIMU roMoJjioramu SEP3, a
He RIN [53].

CTpyKTypHbIii TOMOJOT RIN maeHTUDUIIUPOBAaH
u 'y aHaHaca A. comosus — AcMADS'I; momo6Ho RIN,
JIAaHHBIN F'eH 9KCIIPECCUPYETCS B IEPUOI CO3PEBAHUSI
mona [54].

Takum o0pa3oM, HECMOTpPSI Ha CYlIEeCTBEHHBIE
paznmuuus B MOpGOJIOTUU U (PU3UOIOTUU IUIOIOB,
KaK KJIMMaKTepUYECKUX, TaK U HEKJIMMaKTepude-
CKUX, KaK OTHOJOJbHBIX, TaK U JBYAOJbHBIX, KaK Ha-
CTOSIIIMX, TaK W JIOXHBIX (3eMJISIHMKA, aHaHac), y
BCEX OIMMCAaHHBIX BUJOB PACTEHMI IIPOIIECC CO3peBa-
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HHS COYHOTO TIIIOJA COITPOBOXKIACTCS 3KCIpecCcuei
OIHOT'O WIN HecKoJbKUX MADS-reHoB noacemMmeii-
ctBa SEP.

I'EHbI-MUIIEHHW TPAHCKPUITLIMOHHOT'O
®OAKTOPA RIN M ETO TOMOJIOTI'OB

MADS-6enKu peryaipyioT 3KCIIPEeCCHIO, CBSI3bIBa-
schb co crietnprmaHbiM CArG-box-MOTUBOM B ITIPOMO-
TOpe TeHa-MuIleH!. JJaHHbIIT MOTHMB UMeeT KaHOHUYEe-
ckyto nocienoparesbHOcT CC(A/T)GG. [Nocnenosa-
TesrbHOCTh CArG-box, NpenmnmodTuTesTbHO y3HaBaeMast
T® RIN (xkoHcencyc CCA(A/T)(A/t)(A/T)ATAG),
MMeET BBICOKYIO CTEIIEHb CXOACTBA C TAKOBBIMU y TD
SEP4 u SEP1 A. thaliana n conepxnt ‘CCA’ B Hauase
n ‘TAG’ B KOHIIe MOTHBA, a B LICHTPE UCKITIOUUTEIIb-
HO A wnu T [55]. MHorue reHbl, 3KCIIpeccust KOTO-
poix peryaupyercss T® RIN, comepxar B cocraBe
IIPOMOTOpa NTaHHBI KOHCeHCcyc. OqHaKO B IPOMOTO-
paxX HEKOTOPBIX FTeHOB-MUILICHEN HaliACHBI HETUITY -
aele CArG-box-MotuBel. K mpnMmepy, rmpomMoTop reHa
aKkcraHcuHa ToMata LeEXPI conepXUT HEKaAaHOHU-
yeckuit CArG-box (CAATTTAAAG), a B mpoMOTOpe
reHa l|-aMMHOLIMKIIOIIPOIIaH-1-KapOoKCHIaTCMHTA-
3bl LeACS4 HalineHO Tpu HEKaAaHOHMYECKMX MOTHBA
(CAAATATAAG, CAATTTTAAG u CTAGTTAAAG).
Metomom ChIP-seq (Meron ananmza JHK-6enko-
BbIX B3aMMOAENCTBUI1, OCHOBAHHBIIA HA UMMYHOIIpE-
uunurauuu xpoMatuHa (ChIP) u BeicokoaddekTnB-
HoM cekBeHupoBanuu JIHK) mokazano, 4ro cuia
cBa3biBaHusd RIN ¢ maHHBIMM HEKaHOHWYECKUMU
MOTUBaMu Oouibliie, yeM B ciydyae CArG-box-KoH-
CEeHCyca, YTO MpearoaaraeT HaJaudre 0ojee IMPOKO-
ro criektpa CArG-box MOTMBOB, C KOTOPEIMHA MOXKET
cBsa3biBathest T RIN in vivo [56]. Kpome Toro, CBSI-
3piBaHEe RIN MCKIIOYMTENbHO C MPOMOTOPAMU Te-
HOB CO3pPE€BaHUSI MOXET PEeryJiMpoBaTbCsl COCTaBOM
OEJIKOBBIX KOMILJIEKCOB, B KOTOphIe BXxoauT TM RIN
[56]. Takke CeIeKTUBHOCTD CBSI3LIBAHUSI MOXKET 3a-
BUCETh OT CTPYKTYPhI XpOMaTHHA B IPOMOTOPE 11eJIe-
BOIO reHa (Harpumep, oT MoAU(MUKAIIUU TUCTOHOB,
WJIN CTEeTIEHU METUIIMpoBaHus) [56].

CornacHo mogmenu “kBaprer” (quartet model),
T® RIN dopmMupyer TeTpaMepHble KOMILIEKCHI C
npyrumu MADS-6enkamu [57]. B wactHoctH, RIN
MPEATONOXKUTETLHO CIOCOOCTBYET COOpPKE MYJIBTU-
MEPHBIX KOMITJIEKCOB, KaK 3TO IokKa3aHo 111 SEP-6e-
KOB A. thaliana [ 56], 1 06pa3yeT roMO- U TeTepOIUMEPDI
¢ MADS-6enkamu noncemeiictB APETALAL (AP1)/
FRUITFULL (FUL) (TM4 = TDR4 = FULI u
SLMBP7=FUL2), SEP (LeMADS1 = ENHANCER-
OF-JOINTLESS-2) u AGAMOUS (TAGL1 wu
TAGI1) [55, 58]. C yuyeToM M3BECTHBIX B3auMOIETi-
ctBuii RIN, npenmnosnaraercss coopka KOMILIEKCOB
RIN-FULI1-FUL2-TAGLI, RIN-FUL1-FUL2-TAG1
U JPYTUX, KKl U3 KOTOPBIX crielln(UUYeH K CBOe-
My HaOOpy reHOB-MMUILIEHE! 1, TAKUM 00pa3oM, Mo3-
BoisieT T® RIN KOHTpoOIMpOBaTh ONpeae/ICeHHBIN
Iyl TEHOB B 3aBUCUMOCTHU OT PEryJIUPYEMOTO TPO-

CIIYTUHA

mecca [55, 59]. Csa3biBaHNE KOMILIEKCA, BKIIIOYAIO-
mero T RIN, ¢ mpomMoTopaMu HEKOTOPBIX T€HOB-
MUILIEHE B TaKOM Ciy4yae 3aleiCTBYeT cpasy IBa
CArG-box motuna [56] (puc. 1). T® RIN, B oTimune
oT MADS-T® npyrux nonceMeincTB, MMeeT aKTHBa-
TOPHBINA TOMEH, YTO MOXET MCITOJIb30BAThCSI TeTpa-
MEPHBIM KOMILJIEKCOM IS aKTUBAIIUM TPAHCKPUII-
LI TeHOB-MUIIEHEH [56].

s BeigBineHus1 reHoB-MuiieHeir T RIN npu-
MEHSUJIUCh pa3IMYHbIE MOIXO0Ibl: OMOMHMOpPMaTHYe-
ckuit mouck CArG-box caiiToB B IIPOMOTOpax II0-
TeHUUaapHBIX MuleHeit; ChlIP-seq; cpaBHeHue
TPaHCKPUIITOMOB TOMaTa IUKOTO TUIA U C Fin-MyTa-
nueii. Pe3yirbraToM MHOXXECTBA MCCIEIOBAHUI CTAIO
JIOCTaTOYHO IIOJPOOHOE OIMCAHME T€HOB-MUIIICHEHN
RIN y Tomara o6sIKHOBEHHOTO [23, 55, 56, 60, 61].
CpaBHeHME TPAaHCKPUIITOMOB TOMAaTa IUKOTO THUIIA 1
rin-MyTaHTa OOHapyXniao 342 reHa co3peBaHUsI, DKC-
npeccust KoTopbix aktuBupyercs: T RIN, n 473 reHa,
Ha sKkcrpeccuio Kotopbix RIN oka3pIBaeT HeraTuBHOE
pimugHue [60]. Metonom ChIP-seq GbUIO BBISIBJIEHO
292 reHa, KOTopble MOTYT SIBJISITbCSI MUILIIEHSIMU RIN
[23]. Bonee Toro, ¢ momomisio RNA-seq mokazaHo,
yto RIN gBigeTcss MMEHHO aKTUBAaTOPOM ISl CBOMX
reHOB-MMUILIEHEell, a HeraTUBHOE BO3ACKHCTBUE Ha
TPAaHCKPUIMLIAIO MOXET OOBSICHATHLCS METWIMPOBA-
HHueM caiiToB cBsa3bIBaHus ¢ RIN. B mpoiiecce co3pe-
BaHMUsI TJ10/1a JaHHBIE CAlThl IEeMETUIUPYIOTCS, B pe-
gynbraTe 4ero RIN MoxeT ¢ HUMM CBSI3aTbCs, 4TO
MNPUBOINT K CO3peBaHUIO TIona [23].

Panee deHoTunuueckue NposiBJieHUs] MyTalluu #in
OOBSICHSUIM OTCYTCTBUEM B KJIETKE (hyHKIIMOHAIBHOTO
oenka RIN u, kak ciemcTBue, HapylleHueM IIpodu-
JIS1 9KCIPECCUM KOHTPOJIMPYEMbBIX UM TeHOB. OJTHAKO
IETAJIbHBIA aHAJIW3 IOKa3ajl, 4YTO y Fin-pacTeHUi
BMecTo T® RIN ob6pasyercsa xumepHbiii T® RIN-
MACROCALYX (MC, nogpobOHee cM. HIXe), KOTO-
PBIi1 CBSI3BIBACTCSI CO CBOMMM CITELIM(PUUIECKUMU MU -
meHaMu [61]. Takum o6pa3oM, Ha CETOIHSI MOXHO
BBIIIEJIUTH TPU TPYIIIbI FTEHOB-MMUILIEHEH, peryaupye-
MbIx 6esikoM RIN (1), coBMecTHO RIN 1 xuMepHbIM
T® (2) wiu TonbKo xuMepHBIM OeikoM (3). Tak kak
HacTosAIIMI 0630p nocsdiieH nmeHHo TA RIN, na-
Jiee OyayT pacCMOTPEHbI UMEHHO €0 T€HbI-MUIIIEHU.

INpenmnomnaraercs, yto TP RIN MoxXeT peryaupo-
BaTh co3peBaHUe 3a c4deT: (1) HEeIocpeacTBEHHOTO
CBSI3BIBAHUSI C TIPOMOTOPAMU T€HOB CO3PEBAHUSI, UTO
MPUBOIUT K aKTUBALIMU MX IKCIIpeccuu; (2) akTuBa-
LIUM T€HOB OMOCHHTE3a 3TUJIeHA, KOTOPhIA B CBOIO
ouepenb 3allyCKaeT STUJICH-3aBUCUMBbIE PEaKIIUU CO-
3peBaHus; (3) akTMBaUMU TreHOB Apyrux Td, mpo-
JIYKThI KOTOPKIX, B CBOIO OYEpeb, 3aITyCKAaIOT HOBBIE
KacKabl peakILii Co3peBaHusl.

IIpenmnoysioxXuTeabHO TPU OIMCAHHBIX Kackaia
peakinii paboTaloT B KJIETKE ITapalyie;IbHO APYT IpY-
ry [56, 60] (puc. 1). DyHKIIMOHATIBLHO T€HBI-MUIIIEHU
RIN MOXHO pa3nenuTb Ha HECKOJIBKO IpyII (puc. 1,
tabmn. 1) [23, 56, 61].
®U3UOJIOTUS PACTEHUN Ne 5
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DyHKIIMOHAIBHAS TPYIINa

Tenpr-mumenu T RIN

I'eHbI TPAHCKPUITLIMOHHBIX
daxkTopoB

AP2-EREBP (Solyc03g044300, ERF2); GRAS (GRAS1, GRASY, Solyc02g085600,
Solyc01g008910); MYB (Solyc06g076770), MADS (TDR4); C2H2 (Solyc04g077980);
bZIP (abzl, Opaque 2); HSF (Solyc12g007070); NAC (NAC-NOR); auxin-responsive
protein (Solyc06g053840); Histone-Lys N-methyltransferase NSD3
(Solyc01g103250); C2C2-CO-like (Solyc12g096500); SBP (LeSPL-CNR); ULT
(Solyc07g054450); WRKY (Solyc02g021680)

I'eHBbI TPAHCKPUITIIMOHHBIX
PETyJISITOPOB

auxin-responsive protein (Solyc03g120390), transcription elongation factor A protein2
(Solyc 10g080930), DNA-repair protein (Solyc06g050510).

I'eHbl OMOCHHTE3A
YU CUTHAJILHOTO MYyTHU 3TUJICHA

1-aminocyclopropane- 1-carboxylate synthases (ACS2, ACS4), 1-aminocyclopro-
pane-1-carboxylate oxidases (ACO1, ACO3, ACOY), ethylene receptors (ETR3/NR,
ETR4, ETR6, EIN3, EBF1, EBF2, EIL4, E4)

I'eHBI MeTabOOMMI3Ma
KapOTUHOUIOB

phytoene synthase (PSYI), 15-cis-zeta-carotene-isomerase (ZIS0), B-carotene
hydroxylase (CHY), geranyl diphosphate synthase (GPPS2), lycopene beta-cyclase
(LCY-b), isopentenyl-diphosphate delta-isomerase (/PP2), zeta-carotene desaturase
(ZDS), carotenoid isomerase (Crt1SO), plastid terminal oxidase (PT0OX), protein
LUTEIN DEFICIENT (CYP97A43)

I'enbl MeTaboIM3Ma
¢JIaBOHOUIOB U aHTOLIMAHOB

4-coumarate: CoA ligase (4CL), phenylalanine ammonia-lyase (PAL)

I'ens MoguUKaIUIM KJISTOYHOMN
CTEHKH M TeHbI MeTaboIM3Ma
caxapoB

endo-1,4-B-glucanases (Cel2, Cel3, Cel6), expansin-like protein (EXLAI), LeXYLI,
xyloglucan endotransglucosylase hydrolase (X7'H3), extensin (tegll), L-arabinokinase
(ARA-1), expansins (EXP, EXPAS5, EXPA6), beta-fructofuranosidases (741, LIN),
polygalacturonases (PS-2, PGcat), arabinogalactan protein (AGP-Ic), pectinesterase
(PME?2.1), xyloglucan endotransglycosylase/hydrolase protein 8 (X7THS), beta-galac-

tosidases (TBG1,TBG4, TBG7), mannan endo-1,4-beta-mannosidase 4 (LeMAN4)

Jpyrue rpyniibl FTeHOB SGN-U571769

CamMoakTnuBanus RIN

MuxkpoPHK MIRI172a

Jnmuanabele HeKomupylone PHK

IncRNA2155, IncRNA1780, IncRNA3197, IncRNA2250, IncRNA609, IncRNA443.

Peryasitopuble reHbl (TeHbl TPAaHCKPUILIMOHHBIX
(aKkTOpPOB U TPAaHCKPUIIITUOHHBIX PETYIITOpoB). Ol-
HUM U3 NOATBEPKAEeHUN KiatodeBoii poiau TP RIN B
CO3peBaHUM COYHOTO TII0Aa SIBJISIETCS TOT (DaKT, UTO
OH CITOCOOEH PEryjvMpoBaTh HE TOJBKO Te€HbI ¢hep-
MEHTOB CO3peBaHMsI, HO U TeHBI npyrux TAd, KoTo-
pble B CBOIO ouepellb 3allyCKaloT MOAYMHEHHbIE UM
Kackanbl peakuuii. beaok RIN perynupyet akcmnpec-
cuto reHoB T® paznuunbix cemeiictB: AP2-EREBP,
GRAS, MYB, MADS, C2H2, bZIP, HSF, NAC,
WRKY u np. (puc. 1, Tadm. 1).

CrpykrypHble reHbl. Cpeay HUX MOXKHO BBIIEJINTD
TeHbl OMOCHUHTE3a 3TWJIEHA, €r0 PELEeNTOPOB U TeHbI
OTBETa Ha BO3ICIICTBUE 3TWICHA; TeHbl MeTaboIM3Ma
caxapoB, KapOTMHOMIOB, (DJIaBOHOMIOB M aHTOIIMA-
HOB; reHbl MOAU(MUKALIUY KJIIETOYHOI CTeHKM (puc. 1,
Tab. 1).

OTOebHO CTOUT OTMETUTH BO3MOXHOCTh CAMOAK-
TuBanuM. locToBepHO MokKa3aHo, 4yTo Oejok RIN
in vivo cmocoOGeH aKTUBUPOBATh TPAHCKPUIILIIO COO-
CTBEHHOTO TeHa, cBsa3biBasich ¢ CArG-box caiitamu B
Ne 5 2021
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COOCTBEHHOM IIPOMOTOpPE, YTO yYKa3hIBaeT Ha HaIu-
yrie MEXaHU3Ma aBTOPETYJISLIUU U OOBSICHSIET PE3KOe
BO3pacTaHMe dKCcIpeccru reHa RIN pu co3peBaHUM
(puc. 1, Tabu. 1) [56].

MuxkpoPHK. I1pu nzyyenun npodueii aKcpec-
cun MukpoPHK y Tomara ngukoro tuma u y rin-my-
TaHTa ObLIa ITOKa3aHa AuddepeHLaIbHas SKCIpec-
cuss MukpoPHK 14 ceMeiicTB; B IIpOMOTOpax T€HOB
mHorux m3 3tnx MukpoPHK wmaiinensr CArG-box
MoTuBhbl. JJocToBepHO nmoka3zaHo, yTo TA® RIN cBs-
3pIBaeTCs ¢ ImpomMotopoM reHa MukpoPHK MIR172a
(puc. 1, Tabm. 1) [63].

Jdmunnbie Hexkomupyioumme PHK. bonbimmHcTBO
WCCIIENOBaHUI, IIOCBSIIIIEHHBIX IIOMCKY MHUIICHEMH
T® RIN, cKOHLIEHTpUPOBaHO Ha (PYHKLIMOHAIBHBIX
reHax, OMHAKO MTOMUMO KOAMPYIOIINX MOCIEI0BaTEb-
HocTeil, mokazaHo, yTo RIN criocobeH cBs3bIBaThCs U
¢ mmuHHbIMA Hekomupytomumu PHK (mukPHK; long
non-coding RNAs, IncRNAs) [64]. thkPHK mnpen-
CTaBJISIIOT CO0OIT MOC/IeNOBaTeIbHOCTH IJIMHOM OoJiee
200 11.H. [65], KOTOpBIE HE KOAUPYIOT 010K, OJHAKO,
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WUTPAIOT BaXKHYIO POJIb B TPAHCKPUIILIMOHHOM 1 MTOCT-
TPAHCKPUNLIMOHHOM PETyJISIIMU T€HOB, SIUTC€HETH -
YeCcKUX MOIU(MUKALIMSIX B IIpolieccax tuddepeHIa-
LMY U pa3BUTUS KJIETOK [64].

C uenbio noucka tTHKPHK-mutneneit RIN 6su10
MPOBEICHO IIMPOKOGOPMATHOE MCCIEAOBAaHUE Te-
HoMa TomaTta ¢ nomoinbsio ChIP-seq B couetanum ¢
TPAaHCKPUNTOMHBIM aHanu3oM [64]. B pesyibrare
HaiigeHo 627 nHkPHK, comep:kammx B mpoMoTopax
OJIVH WJIU HECKOJIBKO caiiToB cBsA3bIBaHU ¢ RIN. 187
13 HUX TuddepeHInalIbHO 3KCIPECCUPOBAINCh B
pacTEeHUsIX TOMaTa C MyTallMeN 7in B CPAaBHEHUM C IU-
KUM TUIIOM. HanbHEeNIuiA in vivo U in vitro aHanu3
MOATBEPAI HETIOCPEICTBEHHOE CBS3bIBaHUE (pa3HOM
cunbl) RIN ¢ mpomoTopaMu 11ecTy HalIEHHBIX TEHOB
THKPHK (IncRNA2155, IncRNAI1780, IncRNA3197,
IncRNA2250, IncRNA609 1 IncRNA443) [64]. bo-
see Toro, CRISPR/Cas9-HokayT reHOB TaHHBIX I1Ie-
ctu tHKPHK 11okaszan nameHeHue (peHOTHUIIA TLJTOIA
(3amepxkKa cTragmii IoKpacHeHus (pink stage) m co3pe-
BaHus) npu 3amamumBaHuy IncRNA2155 [64]. DTo kop-
penupoBalio ¢ marrepHoM 3kcripeccuu IncRNA2155,
yeil 3KCIPECCUOHHBI MaKCHUMyM IIPUXOAUTCS Ha
CTaguIo TMoKpacHeHUs mioga. Ilpu 3ToM cHMXaJcs
YPOBEHb 3KCIIPECCUM T'€HOB MeTabojm3Ma 3TUJIeHa
(ACS2 u ACS4) u buocuHTe3a KaporuHounoB (PSY1
u ZDS), a Takke reHOB KitoueBbIX TM co3peBaHUs
(NOR, CNR) u, 4yto MHTEpeCcHO, caMoro reHa RIN,
4YTO, CpeIy IIPOYEro, MOXKET yKa3bIBaTh Ha HAJIUIME
obpatHoii peryasgropHoii metnn IncRNA2155-RIN
(puc. 1) [64].

Takum ob6pazom, muieHsiMu TA@® RIN Mmoryt
OBITb KaK PEryJISITOPHbIE U CTPYKTYPHBIE T'€HbI, TaK U
Hekoaupytomue peryiasitopusie PHK (MukpoPHK,
THKPHK), 1, B COBOKYITHOCTH, BC€ OHU OOpa3yloT
CJIOXKHYIO PETYJISTOPHYIO CETb, OOECIeurBaIOIIyIO
co3peBaHre COYHOTrO 1toaa (puc. 1).

POJIb T® RIN M ET'O TOMOJIOI'OB
B KOHTPOJIE CO3PEBAHHS COYHOI'O_
TIOOA PA3JIMYHBIX BUJIOB PACTEHUU

Pacmenus, hopmupyrowue kaumaxkmepuueckue naoobl

Tomar. [liioabl ToMaTa 0OBIKHOBEHHOTO (5. lycop-
ersicum L.) SIBIISIIOTCSI TIPUMEPOM HanOoJIee N3yIYEeHHBIX
KIIMMaKTepuaeckux miomaoB [30, 66]. [TonHoreHoMHas
MOCJIEIOBATEIbHOCTh TOMATa U3BECTHA U TOCTATOYHO
XOPOILIO OXapakTepu3oBaHa [67], wist TomMarta mojy4de-
HO MHOXECTBO PeKOMOWHAHTHBIX JUHUMI, U OH OT-
HOCHUTEIBHO JIETKO IoAaaeTcd TpaHchopMauu (4To
BaxKHO IPU U3YUYEHUU (PYHKIINI T€HOB).

Ha ceromHsiimHuii AeHb Ij1s1 TOMaTa OOBIKHOBEH-
HOTO JIOCTYITHa caMasi TMoJiHasi MHopMalLus O CTPyK-
Type, peryasauuu 1 naptHepax RIN, a Takke o Kackane
3arrycKaeMbIx M peakiuii [31]. BrepBrie cymecTBo-
BaHUE TaHHOTO reHa ObLIO MPEennoI0KeHO UMEHHO Y
ToMmaTa B 1968 rony npu aHaiu3e pacTeHU ¢ Fin-mMy-
TalMeil, XapakKTepu3yIOIIUXCsI OTCYTCTBHEM CO3pe-

CIIYTUHA

Banud 1otoga [20]. B 2002 romy Oblma geTajbHO M3Y-
yeHa TeHEeTUKa M OMOXMMMS IJIoJa rin-ToMaTra Ha
npumMmepe copta Ailsa Craig [4].

PacteHuss ToMaTa, TOMO3UIOTHBIE MO MYyTallUuu
rin, 00Opa3yloT HeleTepPMUHAHTHBIE COLIBETUS, YBEIU-
YeHHBIC YallleJIMCTUKU, U, TJIaBHOE, X TUIOALI HE CO-
3peBaloT, UMEIOT 3eJIEHYI0 OKPACKy U TBEPAYIO TEKCTY-
py. Ha d®usnonornyeckoMm ypoBHe ISl TAKKX TIJIOAOB
XapaKTepHBI TTOTepsI CTaINii pOCcTa, CUHTE3a 3TUJIeHA
U KIMMaKTEpUYECKOTO YCWJICHUS] MHTEHCUBHOCTU
JBIXaHMSI, a TAKKE PEe3KOe CHIDKEHYE HAKOIICHUS TTUT-
MEHTOB M apoMaTUYeCKMX coenuHeHuit [4, 21]. OoqHako
B LIEJIOM Fin-pacTeHUs COXPAHSIIOT UyBCTBUTEIbHOCTD K
BO3JEMCTBUIO 3TUJIEHA, O YeM CBHUIETEILCTBYET CTa-
peHHUe JIENeCTKOB U JIMCThEB M ONAaJaHUe 1IBETKOB;
TeM He MeHee, B OTBET Ha DK30TeHHbI 3TUJIEH Frin-
II0ObI He co3peBalort [4, 68, 69].

B reTepo3uroTHOM COCTOSSHUM MYyTalUsI Fin IIM-
POKO MCHOJIB3YETCS B CEIEKIINM COPTOB TOMAaTa C I10-
BBILLIEHHOI JIexkKocThio [70]. Takue ToMaThl OCTaroT-
Csl TBEPIBIMU M HE IOPTITCS IJIUTEJILHBIA II€PUOI
nociie coopa ypoxKasl, YTO YBEIUIMBAET CPOKH UX 10-
CTaBKM MOTPEOUTENIO U TIPOJAXKU, HO MIPU 3TOM Ha-
pyLIaeTCs X MUTAaTeIbHAS U BKyCOBasl IEHHOCTH [4].
Kak roBopuiiochk BbIIIe, MyTallmu reHa RIN Owbutn
MOJIy4eHbl TAKXKEe METOAOM T'€HOMHOIO PeIaKTUPO-
Banusg CRISPR/Cas9 [32, 33].

I'er RIN pacnojiokeH Ha XpOMOCOME 5, COCTOUT
13 BOCbMU K30HOB U UMEET MPOTSKEHHOCTh OoJiee
5 1.m.H. 3a reHoM RIN, oToeneHHBIM MEXTeHHBIM
crieiicepom (~3 T.M.H.), B TOI K& OpUEHTALIUU CJIeIyeT
reH, Kogupylouuii eme onuH MADS-T® — MAC-
ROCALYX (MC, mnoncemeiicteo AP1/FUL). TI'en
MC nmeet cxonHyto ¢ RIN cTpyKTypy U pa3mepsl (8
9K30HOB, OoJjiee 5 T.11.H.). PaHee ObLI10 Ipeamnoaoxe-
HO, YTO MyTallus rin NPEACTaBIsSIeT COOOM Neelnto
pasmepoM 1.7 T.MM.H., 3aXBaTbIBaIOIIYI 4YacTh I10-
clIeHEro MHTPOHA 7 U Bech 9K30H 8 reHa RIN, u Tak-
e yacTh MexreHHo# (RIN-MC) nociaenoBaTeIbHO-
ctu [71]. B pe3ynbTate BMeCTO TpaHCKpUNTOB RIN 1
MC nakammBaeTcst XMMepPHBIN TpaHcKpunT RIN-MC
(GenBank NCBI ID — NM_001247047.2) [61]. Takum
0o0pa3oM, BBILIECYNIOMSIHYTasi U3MEHEeHHasl CTPYKTypa
YaleJMCTUKOB U COLIBETUSI Y PACTEHUSI TOMaTa C My-
TallUel rin, TPENNnoOJOXUTENbHO, SIBJISETCS Clel-
CTBMEM HapyIIEHUS CTPYKTYPhI HE TOJIbKO reHa RIN,
HO U reHa MC, KOTopblii, MONOOHO APYTUM TpeacTa-
ButesisiMm AP1/FUL, yyacTtByeT B orpenesieHUd UACH-
TUYHOCTU MEPHUCTEMBbI 1IBETKa, YallleJIMCTUKOB, Jie-
MEeCTKOB U TTOAOJIMCTUKOB [4, 61].

Oco0Oblii MHTEpeC BBbI3BIBAET TOT (DaKT, UTO Fin-
(GEHOTUTT MOXET OBITh CBSI3aH HE TOJBHKO C OTCYT-
CTBUEM B KJIeTKe (pyHKIIMOoHaIbHOrO TM RIN, HO M ¢
npucyTcTBUeM xuMmepHoro Oenka RIN-MC, takxke
apiagomumes Td. Tak, XUMEpPHBI TPaHCKPUIT
RIN-MC »skcnpeccupyercsi B Mpoliecce pa3BUTUS
7in-TIOJOB Ha 0o0Jiee BHLICOKOM YPOBHE, YeM TpaH-
ckpuntel RIN u MC B miogax nukoro tuna [61]. T'u-
®UBNOJIOTUS PACTEHUN Ne 5
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opuaHkIii 0enok (372 a.o.) cogepxut MADS-noMeH,
I-o6nacte, K-gomeH u Gojplayio yacth C-obyactu
o6enka RIN (215 uz 242 a.o.), u najee — OOJIbIIYIO
qacTthb [-o6mactn, K-momeHn n C-ob6macts 6erka MC
(157mu3219a.0.) [24, 61]. ITokazano, uro T® RIN-MC
CBSI3BIBACTCS C M3BECTHLIMU OcIKaMM-TIapTHEepaMU
T® RIN (MADS-T® FULI1, FUL2, MADS2 u
TAGLI1) n, cienoBaTesbHO, IIOTEHIIMAIBHO CITOCOOSH
in planta dopmupoBatb MyabTUMepHbie MADS-KOM-
IUIEKCHI, PeTyIITOpHBIE 3(h(EKTHl KOTOPBIX, OTHAKO,
OTJIMYAIOTCS OT 3¢ (PeKTa KOMIUIEKCOB C BKITIOUSHUEM
T® RIN [61]. O6 5TOM KOCBEHHO CBHIETEILCTBYET TO,
YTO Y Fin-pacTeHU U3MEHSIETCS ITAaTTEPH KCIPECCUU
MHOXECTBa T€HOB CO3peBaHUsI couyHoro ruioga [17,
26, 27]. 3aMeTUM TakKe, YTO MOMUMO HapyIIeHUM
TpaHckpumuuu reHos-muiieHein T RIN, BbIgBIIS-
IOTCSI HOBBIE T€HBI, C TIPOMOTOPAaMM KOTOPBIX CIIOCO-
OCH CBSI3BIBATHCS y3Ke XMMepHbI 6e1oK RIN-MC [61].
KpomMme yuacTus B mmpoliecce peryIsinuy CO3peBaHUs,
reHpi-MuIiieHd RIN-MC moryt onpenesisTh U Ipy-
e acIieKThl pa3BUTUA II0AA, K IIpUMepy, MeTabo-
JIN3M aCKOPOMHOBOI KUCJIOTBI, CTPYKTYPY KIJIETOY-
HBIX CTEHOK, YCTOMYMBOCTE K cTpeccy u np. [61]. Oxn-
HO M3 NOATBEPKICHUI 3TOMY SIBJISIETCSI TO, YTO T€HBI
MeTaboaIM3Ma aCKOPOMHOBOI KMCIOTHL MO-Pa3HOMY
perynupyiorcsg RIN u RIN-MC. B yactHocTH, npu
HaJIMYUK XUMEPHOTI'O 0ejIKa aKTUBUPYIOTCS TEHBI JIe-
runpoackopbarpenykrassl (DHAR) u GDP-L-ra-
JakTo3odochopuiiazsl (GGP2), Ha TpaHCKPUIILIUIO
kotopbix RIN He Biuster [61].

Takum o6pa3om, B paCTEHUSIX TOMAaTa JUKOTO TH-
na T® RIN gsisieTcs r1aBHBIM PETYISITOPOM CO3pe-
BaHMsI, KOTOPBIM KOHTPOJIMPYET COTHU T€HOB, OIMpe-
JISJISTIONINX OKPAacKy, TEKCTYpYy, apoMaT Y BKYCOBbIE/
nuTaTeJabHbIe KadyecTBa Iutona. demenus ¢pparMeHTa
y4qacTKa XpOMOCOMBI V, cofiepKalllero TaHAEMHO pac-
nojioxXeHHble TeHbl RIN 1 MC, npuBOIUT K PE3KUM
MopdOoDU3NOTOrMIECKIM U3MEHEHUSIM B PACTCHUSIX,
CaMBbIM SIDKUM U3 KOTOPBIX SIBJSIETCSI HeCO3peBaHUE
iona.

Npentndukauus u xapakrepucTuka reHa RIN y
TOMAaTa BBI3BAJIM OOJIBIIION MHTEPEC Y NCClienoBaTeeit
Y TIOCYXWIN HavyajaoM it morcka Td-roMoJIoroB
RIN, 3amyckarmomux co3peBaHue, U y IPYriX BUIOB
pacTteHunii, (OpMHUPYIOIINX COYHBIN 110a. OmHAaKo,
KaK IoKa3aj JaJbHEWIINI OITbIT, Hanbojiee TOMOJI0-
TUYHBINA IO CTPYKTYpPE I'eH He BCeTIa NMEET CXOXHUE C
RIN natrepH 3KcIpeccu ¥ GyHKIMIO (KakK, HalIpruMep,
reH FaMADS4 F. X ananassa). B cBs13u ¢ 3TUM, OApy-
roii crparerueii craja nouck renoB MADS-T®, ko-
TOPBIE BEICOKO 3KCIPECCUPYIOTCS B 3PEIOIIEM TLIONE
1 CBEPXAKCIPECCUsI KOTOPBHIX B PAaCTEHUSIX TOMaTa
CIOCOOHA KOMIUIEMEHTUPOBaTh 3MMEKT rin-MyTalu.
IIpu cobmonernn 000MX YCIIOBUIT MOXKHO CUWTATD,
YTO HAlICHHBIM TeH BHIMTOJHSIET (DYHKIIMIO, CXOIHYIO
¢ ¢pyukuueii RIN.

Harmee B 0630pe MpUBEAeHBI TTpUMephl Takux T,
CTpyKTypHast roMoyiorust koropeix ¢ RIN He Bcerma
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MaKCHUMAaJIbHO BbICOKA, HO KOTOPBIE BBITIOJHSIIOT CXO-
xkue ¢ RIN dyHKMY y pa3anyHbIX BUAOB PaCTEHUIA.

Bbanan. banan (M. acuminata L.), nogo6Ho Toma-
Ty, obpa3yeT KiIuMakTepudeckuii mmoa. OmHako, B
OTJIMYME OT TOMaTa, 3TO OMHOAOJbHOE pacTeHNUe, IMo-
3TOMY MEXaHU3MBI CO3PEeBaHUS y 3TUX ABYX KYJIbTYD
MoTyT paznuyaTtbes. [lnom 6aHaHa COCTOUT U3 IBYX
AHATOMUYECKU PA3HBIX CTPYKTYP — KOXKYPBI U MSIKO-
TH, UMEIOILIMX Pa3Hble MaTTePHbI OMOCUHTE3a 3TUJIC-
Ha [44, 72]. CuHTe3 3TUieHa HAYMHAETCSI B MSIKOTH,
1 B TIbHEHITIIEM TPUBOIUT K MHUIIMAIIUY €TO CUHTe-
3a B Koxype [44, 73]. Takum o6pa3om, B MSIKOTU Ha-
YUHaEeTCs Mpollecc co3peBaHM TTona 6aHaHa.

VYV obpaszua M. acuminata (AAA Cavendish sub-
group Grand Nain) ObUIM KJIOHMPOBAHbI U OITUCAHBI
IIeCTh KOTUPYIOIINX ITOCIeI0BATEIBHOCTE TeHOB-
KaHIUIATOB Ha POJIb T€Ha, OMPENesIsSIIOnIeTo co3pe-
Banue (MaMADS1 — MaMADS6) [44]. HauGonb-
mryro romosoruto ¢ RIN mmokaszamu 6enku MaMADS2
n MaMADS1 — 62% u 56% MneHTUIHOCTH COOTBET-
CTBEHHO [46].

IIpocTpaHCTBEHHO-BpEeMEHHbBIC IATTEPHBLI BKC-
npeccur MAeHTUGULUPOBAaHHBIX TeHOB MaMADS1—6
pazInMyaloTcs B MSIKOTHM 1 KOXYpe I1oa, Tpearoia-
rasi CylieCTBOBaHME ABYX HE3aBUCUMbIX MEXaHU3MOB
cospeBanust. Kpome Toro, pazmmgaicst ypoBeHb OTBETA
reHoB MaMADSI—6 Ha Bo3neiicTBMEe 3TWIEHA U €ro
CHMHTETUYECKOTO 3aMeHUTeNs (1-METHUILMKIIOIIPOIICH,
1-MCP); Tonpko tpaHckpurius reHa MaMADS?2 ne
VHIyLMpoBaiachk HU 3TuiaeHoM, HU 1-MCP. BT1o 1o3-
BOJIWJIO CAEJIaTh BEIBOJ, YTO TPAHCKPUITIKS UMEHHO
MaMADS?2 aktuBupyeTcs B MSKOTH paHBbIIE, 4eM
WHULMUPYETCsS OMOCUHTE3 3TUJIEHA, aHAJIOTUYHO TO-
MY, KaK 3TO IMPOUCXOIUT ¢ TeHoM RIN B 1iogax To-
MmaTta [44].

OnHako, CBepx3aKcIpeccust aByx reHoB MaMADS?2
u MaMADS1 (nocnenHuii 661 BBIOpaH 13-3a BBICO-
KO 3KCIIPECCUM U B MSIKOTH, U B KOXYpPE) B Fin-My-
TAaHTHOM pacTeHMHU TOMaTa He KOMIIEHCHpPOBaja OT-
cyrctBytoleit ynkuuu RIN. A uMeHHO, He HabJTI0-
JTaJIOCh OXUIAEMOIo YBEJIWYEHUsI CUHTEe3a 3TUJICHA,
pa3sMsIr4eHus MI0aa M HaKOIJICHUSI KApOTUHOUIOB;
Tak>XXe OTCYTCTBOBAJIU BUAVMBbIE UBMEHEHMUS B pa3BU-
TUM LIBeTKa 1 mona [44]. Tem He MeHee, YIUTHIBasI,
yTO 0aHaH, B OTJIMUME OT TOMAaTa, SIBJISIETCS OOHO-
JIOJIbHBIM, U TaHHBIE BBl 3BOTIOLIMOHHO OYEHb Aa-
JIEKH, OTCYTCTBHE KOMIUIEMEHTAIIMHU Fin-MyTallul He
SIBJISIETCSI KOPPEKTHBIM J0Ka3aTeJbCTBOM TOTO, YTO
MaMADSIwn MaMADS2 He MOTYT UTpaTh POJIb B CO-
3peBaHMM IUIoAa OGaHaHa, CXOXYIO C poibio RIN y To-
mara. HeBbICOKMiT ypoBeHb MACHTUYHOCTH OEITKOBBIX
nocjeaoBaTeIbHOCTeN (0ocobeHHO, B C-001acT) JaH-
HbeiXx T® ¢ RIN mpenmonaraer, yro MaMADS1 u
MaMADS?2 MoryT oka3aThCsI HECITOCOOHBIMHY B3aM-
MoaeicTBOBaTh ¢ 0eakoBbIMU napTHepamMu RIN u,
CJIEOOBATEIbHO, PETYJINPOBATh SKCIIPECCUIO TEHOB-
muineHei RIN B ruiomax Tomara.



460

C ncrronp3oBanneM PHK-maTEpdEepeHINm 1 aH-
tucMbiciaoBoii PHK ObLM mojrydeHbl TpaHCTEHHbIE
pacTeHusl 0aHaHAa ¢ OrpaHUYEHHOMN TPaHCKPUITIIUCH
reHoB MaMADS2 v MaMADS1 [46]. Bouio ob6Hapy-
2KEHO, YTO y TaKMX paCTeHUI co3peBaHUE IJI0OA0B Ha-
CTYyIaJIo II03Xe, YeM Yy pacTeHMl auKoro tuma. I1pu
CO3pEeBaHUM IUIONBI HE CTAHOBWJIMCH MSITYE 1 HE U3ME-
HSLUIM OKPacKy, IPU 3TOM YBEINYMUBAIACh UX JIEXKKOCTb.
INonaBneHue Tpanckpunuy reHoB MaMADS2 v Ma-
MADS I ipnBOIMIIO K NU3MEHEHWIO MHTEHCUBHOCTH
IbIXaHUSI M YPOBHSI CHMHTE3a 3TUJIeHaA B IUIOAax, a
TakKe U3MEeHsIa AKcrpeccuto Apyrux MaMADS re-
HOB [46].

Pe3ynbTaThl CBUAETEIBCTBYIOT, YTO B OTJINYKE OT
IJIOJOB TOMATa, B IJ10JaX 6aHaHa KaK MUHUMYM JIBa
MADS-T® MoryTt urpath poJib, aHajorndynyio RIN
[46].

NutepecHo, uTo monooHo reHy R/N ToMara, TeHBI
MaMADS2 v MaMADS I noay4usiv TIpUKJIagHoOe Uc-
TOJIb30BaHME: y TPAHCTEHHBIX pacTeHMWit GaHaHa C
3aMaTYMBaHMEM JTaHHBIX TEHOB 3aMeJISIETCST CO3pe-
BaHUE W YBEJIMYUBAETCS JIEXKKOCTD IJI0A0B MPU Xpa-
HeHuu [74].

Pacmenus, popmupyrouue
HeKauMaKmepu1ecKue niodol

Iepen. Iepeu (pon Capsicum) OTHOCUTCS K Ce-
MEUCTBY Solanaceae M, clienOBATEIbHO, SIBISIOTCS
POICTBEHHBIMM TOMATy pacTeHusiMmu. MHTepecHo,
YTO U3 IIECTU KYJILTUBUPYEMBIX BUa0B Iepua (C. an-
nuum L., C. chinense L, C. frutescens L, C. pubescens
Ruiz and Pav, C. baccatum L. n C. assamicum Pur-
kayastha and L.Singh.) Toibko nepeir oBoniHoii C. ann-
uum obpasyeT HEKIIMMAKTEpPUUIECKIE TUTOAbI, TOIIA KaK
IIJIST TIJIOJOB HEKOTOPBIX OCTPHIX MEPLEeB ObLT MOKa3aH
KJIMMaKTEepU4YECKUIA IyTh co3peBaHus [75—78].

V obpasua nepua C. annuum copta Bukang Ob11a
KJIOHMpPOBaHa U OMKCaHa KoAupylollas mocjenoBa-
TeapbHOCTb ToMonora reHa RIN—CaMADS-RIN, co-
Jepxaiiasi OTKphITYIO paMKy cUYUThIBaHUs (732 11.H.)
u HeTpaHcaupyemble obsactu 5'-HTO u 3'-HTO
IJIMHOM 74 11.H. 1 236 I1.H., COOTBETCTBEHHO. JlaHHbI
TeH KonupyeT 0ey1oK 243 a.0., B COCTaBe KOTOPOTO Me-
10TCcs Bce xapaktepHble ajasi MADS-T® MIKC-tu-
I1a KOHCEpBaTUBHbBIC CTPYKTypHBIEe oMeHbBl (MADS,
I u K) u Bapunabensnas C-ob6nactp [8]. Makcumym
akcnpeccuun CaMADS-RIN miepuia n1eTeKTUPOBaH B
HAauyMHAIOIIEM KpPacHETh W IOJTHOCTBIO ITOKPAaCHEB-
mem 1utone [8].

Mt ouenku poma T CaMADS-RIN B mponiecce
CcO3peBaHus TJ104a, paCTeHUs ToMaTa C rin-MyTallu-
et ObLIM TpaHC(HOPMUPOBAHBI KACCETOM SKCIIPECCUUN
tpaHckpunta CaMADS-RIN non KOHTpoJjeM KOH-
CTUTYTUBHOTO IIpoMoTopa 35S-CaMV. TlonyaeHHBIE
pacteHust toMata rin 35S-CaMADS-RIN cpaBHUIU C
pacTeHueM ToMaTa IUKOTO TUIIA U C Fin-TOMaToM. bbI-
JIO TIoKa3aHo, 49To cBepxakcrpeccuss CaMADS-RIN

CIIYTUHA

YaCTUYHO BOCCTaHaBIIMBaIa IUKUI (peHOTUI TITOHA
TOMAaTa, YTO BhIPaxKaJloCh B OSIBJIEHUM XKeJITO-OpaH-
JKEBOI OKpacKU IUIoNA IMPU CO3PEBAHUU U MOATBEP-
xnaimo ygactne CaMADS-RIN B aktuBanimm TpaH-
CKPMIILIUMA TeHOB OMocuHTe3a KapoTuHouaoB. Co-
JepXKaHue KapOTUHOMIOB B TaKUX INIOIAX 0KAa3aJI0Ch
YAaCTUYHO BOCCTAHOBIIEHHBIM U cocTaBuiio 30% ot co-
JepKaHWsI KApPOTMHOUIOB B IIIoAaX AUKoro tumna. CKo-
pOCTb co3peBaHusI OAOB rin 35S-CaMADS-RIN Tax-
K€ BO3pOCyia MOYTHU A0 YPOBHS JUKOTO TUTIA, 3HAUM -
TEeJIBHO TIPEBBICUB TaKME CPOKHU Y Fin-1maoaoB [8].

AHaJIn3 3KCIPecCUd OCHOBHBIX TEHOB KapOTUHO-
reHesa, Kotopsbie sBsitoTcss MulieHssMu RIN, mokaszai,
yto y pacteHuil rin 35S-CaMADS-RIN mioBBICUIICS
YPOBEHb TPAHCKPUILIMK T€HOB (PUTOMHIECATYPa3bl
(PDS) u {-kaporuHpecarypasbl (ZDS) 1o cpaBHe-
HHIO He TOJIBKO C Fin-pacTeHrueM, HO M C TOMaTOM M-
Koro tura. OmHaKo IIpU 3TOM DKCIIPEeCCHsi reHa KJIo-
yeBoro ¢epMeHTa MeTaboJiM3Ma KapOTUHOUIOB B
minone — uronHcuHTaszbl-1 (PSYI) cHu3mMIach 110
CpPaBHEHMIO M C IMKWNM TUIIOM, U C rin-ToMaToMm [8].

ITmome1 Tomata co cBepxakcnpeccneit CaMADS-RIN
110 Mepe CO3peBaHMsI MPHUOOPETATIU Ty XKe MSITKOCTb,
YTO 1 IJIOOBI JUKOTO THUIIA, YEM CYIIIECTBEHHO OT/INYa-
JIMCH OT Fin-IUIOIOB C TBEPIOM TEKCTYypoii. B cooTBeT-
CTBUM C 3THUM M3MEHSUIACh DKCIIPECCUSI TEHOB MOJIM -
duKay KJIETOYHOM CTeHKU. Tak, TeH moIurajaakTo-
ypoHa3bl (PG) 3KCIIpecCUpOBaICs B IUIOIAX PACTCHUI
rin 355-CaMADS-RIN ropa3no cujibHee, YeM B ILJIO-
JIaxX ¢ rin-MyTalyeii, XOTs U HIDKe, YeM B IUIoAax I1-
Koro Tura. Takxke pocia TPaHCKPUITLIKsI TeHOB [3-ra-
Jnakro3uaasbl-4 (TBG4) n o-skcnancuHa-1 (EXPI),
NpaKTUYECKU JOCTUTAsI YPOBHSI TUKOTO TUIa [8].

Kak 6b1710 cKazaHO BbIlIE, TPUTTEPOM Ipoliecca
CO3peBaHUs B KJIMMaKTepUUECKUX TJI0AAX SIBISIETCS
3TUJIEH, B TO BpeMsS KaK B HEKJIMMaKTEpUYECKUX
IUI0JIaX €ro poJjib He 10 KOH1Ia sicHa. HecMoTpst Ha To,
YTO Mepel] OBOIIHOM 00pa3yeT HeKIMMaKTepuyecKue
mnoapl, cBepxakcnpeccuss CaMADS-RIN B rin-11o-
Jlax ToMaTa CIOoCOOCTBOBajla POCTY KOHILIEHTpallUU
aTujeHa B 1—3 pas3a Mo cpaBHEHMUIO C rin-TUIOJaMU,
HO MpU 3TOM COJEpPKaHUE TUJIEHA OCTABAIOCh HU-
Ke, 4eM B IJI0axX IMKOTro TUIa. DTO MPOMCXOAWIIO 3a
cueT yBeJandeHUs aKcapeccuu reHoB ACS2, ACO 1, E4
n E§[8]. TakuMm o6pa3oM, ObLI cAEJIaH BEIBOJ, O TOM,
yto reH CaMADS-RIN MOXeT 3aIycKaTh MpOLIeCCh
OMOCHHTe3a 3TWeHa aHajaorudHo RIN Tomara, TeM
CaMbIM DETYJIUpysl STUIEH-3aBUCUMBbIE TTyTU CO3pe-
BaHUsI COYHOTO TU1ona [8].

Yto0k! onpenenuts, criocobeH mm CaMADS-RIN
replia peryjampoBaTh 3TUJIeH-He3aBUCUMbIE ITyTU CO-
3peBaHUs ITJIOJOB, ObIa U3MEPEHA SKCIIPECCUs TeHa
HDC, xoTopblii y TOMaTa peryjaupyercs TpaHCKpPUII -
mOoHHBIM (pakTopoM RIN M HeuyBCTBUTEIIEH K BO3-
NeicTBUIO 3TUJIeHa. B miomax TpaHCreHHBIX pacTe-
Huii rin 35S-CaMADS-RIN ypoBeHb TPaHCKPUIILIUU
reda HDC GBI TIOBBIIIEH IO CPAaBHEHMIO C Fin-TLIO-
JlaMU, OJTHAKO ObUI CYIIECTBEHHO HUXE, YeM B IJIO-
®U3UOJIOTUS PACTEHUN Ne 5
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JTaX TUKOro tumna. Takxke, CUJIBHO pocCia 3KCIPECCHSI
reHa T® NOR, ¢ mpoMOTOpOM KOTOPOro B HOpME
cBa3biBaeTcss RIN ToMaTta, mpuyeM He TOJBKO B
CpaBHEHUM C Fin-TJI0JaMM, HO U C IUIOJaMM TUKOTO
tuna [8]. TloaydeHHBIE HJAaHHBIE YKa3bIBAaIOT Ha TO,
yto T® CaMADS-RIN crioco6eH peryanpoBaTh Kak
STUJICH-3aBUCHMBbIE, TaK 1 OTUJICH-HE3aBUCUMBIE ITy-
TH CO3pEBaHMS IUIOA.

ITomumo niepua oBontHoro, opronoru RIN 6w
BBISIBJICHBI M OXapaKTepPU30BaHbl Y IUKOPACTYIIUX
BunoB nepua C. chinense n C. frutescens. Y Bcex Tpex
BunoB reH CaMADS-RIN skcnpeccupyeTcss MakKCH-
MaJIbHO B TUIOJAX Ha CTaaWM Havajia MOKPACHEHUS U B
CHENbIX KPaCHBIX IUIoaax. YuuthiBas, uyro C. annuum
oOpasyeT HeKJIMMaKTeprudecKue Tuioasl, a C. chinense
u C. frutescens — KJIMMaKTepu4yeckKue, Ipyu TOM, 4YTO
natTepHbl 3Kkcnipeccun CaMADS-RIN y Bcex BUIOB
CXOXKHM, ObLI cliesiaH BbIBOM, 0 ToM, yTo TM CaMADS-
RIN perynupyeT co3zpeBaHUE OOOUX TUITOB ILIOIOB
aHaJIOTUYHBIM 00pa3oM [78].

Bunorpan. B reHome BuHorpana (V. vinifera L. copt
Pinot noir) HalineHO nBa reHa-KaHOMOATa Ha POJIb Op-
ToyoroB reHa RIN Tomara, COIjlacCHO MX CTPYKTYype,
dwioreHUn W TaTTepHy o3Kcnpeccun [52]. T'en
WiSEP4 otnocutcs X kiane LOFSEP SEP4 (xyna Bxo-
out u RIN) [37, 38], a WiSEP3 — k knane SEP3 [79].

Ananornyio CaMADS-RIN mnepua OBOIIHOTO,
KoOgnpyIollife ITociieqoBaTeIbHOCTH TeHOB WiSEP3
u WiSEP4 OblIn CBEpX3KCIIPECCUPOBAHLI B TPaHC-
TeHHOM pacTeHUM TOMaTa, HECYIIeM Fin-MyTalluio, 1
B PACTEHUSIX TUKOTO THUITA. DTO MPUBEJIO K U3MEHE-
HUSM (pEeHOTUIIA CIIEJIOTO ILIoAa, IMOJOOHBIM TEM,
Kak B ciyvae cBepxakcipeccun CaMADS-RIN [52].

CospeBlIMii  TUIOA TOMaTa C SKTOIMYECKOM
cBepxakcapeccuein WiSEP3 nMen 0Ooiee XeEITYIO
OKpacKy, YeM HUCXOOHBIN Fin-1a0M1, UYTO CBUIETEIb-
CTBOBaJIO O pacmajae xjJopoduiaa-b npu co3pesa-
HuM mroga. OpHako XeJTast oKpacKa Ijioja B Ipo-
1Iecce cCo3peBaHUsI HE CTAaHOBMUJIACh KPAaCHOM, KaK B
cliyyae JUKOTO TUIIA, YTO YKa3bIBajo Ha OTCYTCTBUE
OMOCHUHTEe3a JMKOIIMHA, M OBLIO IIOATBEPXKICHO
omoxmMHIecKuM aHanm3oM [52]. B cBoro ouepenp
CBEpX3KCIpeccust Ipyroro romojiora — reHa WiSEP4
OoJiee pagUKaIbHO M3MEHIIA (DEHOTHUII CIIEIOTO TIIO-
Jla ToOMaTa, KOTOPBI IpHOOpel OpaHKeBO-KPaCHYIO
OKpacKy, HO He SIpKO-KpPaCHYIO, KaK IUIOAbI JUKOTO
THUIIA, XOTS CoAepXKaHNe KaK JIMKOIIMHA, TaK 1 OeTa-
KapoTWHa B TUIOJaX CO cBepxakcrpeccueil WiSEP4
0Ka3aJIoCh COMOCTABUMbBIM C TAKOBBIM B TLIOJAX V-
Koro tuna [52].

Takum o0pa3oMm, ObLIa IIPOAESMOHCTPHPOBAHA
CIIocCOOHOCTh TeHa WiSEP4 MakcuMalbHO KOMITEH-
cupoBarb GyHKIUIO RIN B rin-mjaogax Tomara, B
OoJblIeit CTENEHU, HEXEJIM 3TO MOXET lejaTh I'eH
WiSEP3, HecCMOTpsI Ha TO, YTO IOCJIETHUM CTPYKTYP-
HoO Omrxe reHy RIN.

3emusnuka. 3emisinuka (F X ananassa Duch.)
SIBIISIETCSI MOJIEIBHOIM CUCTEMOM IJIST M3Yy4eHUsT OMOo-
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JIOTUM HEKJIMMaKTepuueckux mionoB. Ilmonpr 3em-
JITHUKU — JIOXKHBIE IOl (MHOTOOPEIIKHM ), COCTOSIIIIVE
U3 Pa3poCIIerocsl COYHOro IIBETOJIOXKA M OPEIIKOB Ha
€ro IMOBEPXHOCTU. XapaKTEPHO, YTO T'€H 3eMJITHUKU
FvMADS9 6bu1 nneHTU(PUIIMPOBAH C UCITOJIb30BaHU -
eM reHa R/N tomaTa B KauecTBe 30Haa. Tak ke, Kak 1
yreHa RIN, skcnipeccust FvMADS9 cieuuduaHa ais
10aoB [4].

Csenenwms o reHe FvMADS9 o01mupHbI, HO MHOTAA
npotuBopeunBsl [9, 80]. Beikmouenue FaMADS9 y
obpasua F X anannasa copt Calypso Hapylajao pa3-
BUTHE JICTIECTKOB U IJIOJOB, a TAaK:Ke MPOLIECC caMo-
onpuieHNd [80]. LIBeTKM TakMx pacTeHUiA (popMmpo-
BaJIU JIETIECTKM C 3€JIEHOM OKpacKoM, onajaeHue Ko-
TOPBIX JIMOO 3a€PKUBAJIOCh, MO0 HE MPOUCXOAUIO
BOBCE, IMIPUBOS K TOMY, UTO 3aBsI3aBIIUICS IUIOI He
pasBuUBaJjics. Y TPaHCTEHHbBIX JIUHUI, B KOTOPBIX TLJIO-
JJaM yOoajoch JOCTWYb CTaJIuM CO3PEBaHUS, JaHHbIN
MPOLECC TTPOMCXOOMII C UBMEHEHUSIMU, KaK B 1IBETOJIO-
Ke, TaK ¥ B opellKax. B 3peronix ceMeHax TpaHCTeH-
HBIX JMHUI C HOKAyTUPOBaHHBIM TeHoM FaMADS9
xJ0podUIIT He pa3pyllajicsi, U IJIOAbI ObLIM 3HAYU-
TeJIbHO TBEPXKE, YeEM Y pacTeHUil mukoro tuia. Tak,
HAKOIUIEHME aHTOLIMAaHOB B 1LIBETOJIOXKE 3aJepPKUBaA-
Jgochk Ha 10 gHe#t ¥ MpoUCXOAUI0 HepaBHOMEPHO, a
HX CoAepKaHle Bcerna ObLI0 MEeHbIIIE I10 CPaBHEHUIO
C paCTeHUSIMH JUKOTO ThMa. YeM HIKe ObLT YpOBEHB
akcnpeccuu reHa FaMADS9, tem Ooibliie (heHOTH-
MAYECKUX OTKJIOHEHU M TeTeKTupoBaaoch [80].

HMHTepecHo, 4TO 3aMaldMBaHUE TPAHCKPUIILIUU
FaMADS9 y pacteHMii 3eMJISTHUKU JIPYTOro copTa
(Camarosa) He IpUBOIWJIO K CYIIIECTBEHHOMY M3Me-
HeHMIo peHoTMNA. [1MOABI OCTaBAIMCHh TAKUMU K€
KpPacHBIMU M MSITKMMM, KaK U IJIOJABI JUKOTO TUIIA,
OIHAKO MMEJIM ropasno 0ojiee HU3KOE COAepKaHUe
PacTBOPUMBIX Cyxux BellecTB [9]. Tem He MeHee, TIpu
CpaBHEHUM AaHHBIX TPAHCKPUIITOMHOIO aHaiu3a
ioaoB copTa Camarosa ¢ BBIKJIIOUEHHOI 3KCIpec-
cueit FaMADS9 ¢ mirogaMu AUKOTO TUIIA OBLIIO BBISB-
JieHO 2670 nuddepeHLINaTBHO 3KCIIPECCUPYIOIINXCS
TeHOB Ha cTaauu Oeyoro mjaona, u 1943 — Ha ctagum
KpacHoro moza [9]. Cpenu HalileHHBIX T€HOB BBIIE-
JIEHO HECKOJBKO (DYHKIIMOHAJBHBIX TpyI. [lepByto
(82%) cocrasumu Td, B yactHoctn Td aykcmrHOBOrO
otBeTa. Crnenyoliasi 6oJibliiasi TpyIira T'eHOB CBsI3aHa C
MPOLIECCAMU POCTA KJIIETOK M SHEPreTUYECKUM METabo-
JIM3MOM, 4YTO YKa3bIBaeT Ha BaxKHYIO ponb FaMADS9 B
Mpoleccax pocTa LBETOJ0XKAa Ha paHHUX 3Tarax ero
pa3Butus. TpeTbs IpyIina reHOB oKa3ajlach CBsI3aHa C
TpaHCITOPTOM. TakxXe y TPaHCT€HHBIX JTMHUMA U3Me-
HsLJIaCh KCIIPECCHs TEHOB -aMmiia3 U M30aMIIa3bl
(4TO TPUBOAMJIO K HapylIeHUSIM B MeTaboju3Me
KpaxMmaJja), MOJIUTaJaKTOypoHa3 U TeHOB GMOCUHTE3a
KUPHBIX KHUCIIOT, a TakKXKe CHUXKalaach DKCITPECCUS
TeHOB OMOCHHTE3a aCKOpOMHOBOI KucioTel GME n
VTC1 (M3-32 4ero yMeHbIIAIOCh COJIep>XKaHUE aCKOp-
6ara) [9]. Bce 3T naHHBIE MOTYT TOMOYb COCTaBUTH
MpeacTaBlIeHre He TOJIbKO o poiu FaMADS9 B ipo-
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LIECCE CO3PEBAHMUS TUIONA, HO U O COOTBETCTBYIOIIINX
PETYISITOPHBIX MEXaHU3MaX.

B otinuwme ot rena RIN TomaTa, MyTalysi B KOTO-
pOM IIPUBOAMUT TOJIBKO K M3MEHEHUIO CO3PEBaHMUS
IioAa, 3aMaT4yWBaHUE WJIM CHWXXEHUE DKCIIPECCUU
reHa FaMADS9 npuBoauio K HapylleHuIo u 6osee
paHHUX 3TaroB pa3putud miaoaa [80]. Caemyer or-
METUTH, YTO 3EMJISTHUKA SIBISIETCS OKTOTUIOUIOM, U
yeM OOJblle ajuleeil 3aTparuBaj HOKayT, TEM B
OOJIBIIIEN CTENIEHN OBLIM HapyIISHBI IIPOIISCCHI pa3-
BUTHUS TJI0[A, BILUIOTh AO ITOJTHOTO OTCYTCTBHUSI €TO
3aBsa3bpiBaHuA [80]. JomycTuMoO ITO3TOMY, YTO Te€H
deMiassHUKU FaMADS9, B otnuuue or RIN Tomara,
nMeeT 0oJiee MPOKU QYHKIITMOHATBbHBIN criekTp. K
IIpUMeEpPY, CIIOCOOHOCTb PEryIUpOBaTh TPAHCKPUII-
IO M3MEHEHHOTO, PacIIMpeHHOT0 Habopa I'€HOB-
MMUILICHEN, B3aUMOIeiCTBOBAThb C IPYTUMU U/WIHN 10-
MMOJTHUTEJIbHBIMUA OEJIKOBBIMU ITapTHEpPaMU M HUMETh
crretmpunuable GArG-KOHCEHCYCHI B IIPOMOTOPAX pe-
TYJIUPYEMBIX TE€HOB.

DdeHOTUI JIENECTKOB 3¢MIITHUKU € BBIKITIOUEHHBIM
FaMADS9 (3eneHast okpacka, OTCYTCTBHE OITaICHMUS)
COOTHOCHUTCS ¢ (peHOTUIIOM JIEIIECTKOB TOMaTa C 3a-
MamuuBaHueM reHa Td TM29 xmager SEP1/2 [80].
C npyroii CTOpOHBI, JaHHBIE 00 OTCYTCTBUU BhIPAXKEH -
Horo (peHOoTHUIAa, IOJyYeHHBIE B HCcaeaoBaHUU [9],
MOTYT YKa3bIBaTh HA HECIIEIM(UIYHOCTD CAlJIEHCUH-
ra reHa FaMADS9 B uccinenoBanuu [80]: MOCKOIBKY
MADS-reHbl UMEIOT KOHCEPBaTUBHYIO CTPYKTYpY,
MOIJIO MPOM3OMTU OOMOJHUTEIBHOE 3aMaTIMBaHNE
Kakoro-ymoo npyroro MADS-reHa (reHOB), TIOMUMO
FaMADS9 [9].

AKTYAJIBHBIE BOITPOChI
N BYAYIIUE ITEPCITEKTUBDI

Nnentudukanusi reHoB roMoJioroB RIN y HOBBIX
BUJIOB pactenuii. Ha ceronHsmHuit AeHp nonassiio-
1ee OOJBIIMHCTBO MCCJIEOBAaHUM, MPEeIMETOM KO-
TopbiX sBAsitoTc TP RIN miu Koaupyoluii ero
reH, cOKyCUpOBaHbI TOJIBKO Ha KYJIbTUBUPYEMbIX
BUJAX IIMPOKO UCHOJIb3YyEeMBbIX CEJIbCKOXO3SCTBEH-
HbIX pacTeHUi (a MMEHHO IUIoJaX 3KOHOMUYECKU
3HAYMMBIX OBolIei M ¢pykToB). OOHAKO, YTOOBI
JIydllle MOHSTh 3BOJIIOLIMIO, CTPYKTYpY U (DYHKUUU
JIaHHOro Oeyika, HeoOXxoauma UACHTU(UKALUS TO-
MOJIOTMYHbBIX T€HOB Yy JUKOPACTYIIIMX POICTBEHHBIX
BuaoB. CpaBHUTENbHASA CTPYKTypHass U (PYyHKIIMO-
HaJIbHasl XapaKTepUCTUKa IeHOB-TOMOJ0roB RIN u
koaupyeMbix uMu TMD RIN KynbTUBHpPYEMBIX pacTe-
HUM (IS KOTOPBIX MMEETCS JIEeTaJlbHOE OIMCAaHUE
MPU3HAKOB COYHOTO IJ10/1a) U TOMOJIOTMYHBIX TEHOB
JUKOPACTYIIMX POACTBEHHBIX BUIOB (ILJIOAbI KOTO-
PBIX XapaKTEepU3YIOTCSl HapyILIEHUEM OTIEJbHbIX ac-
MEKTOB CO3peBaHUsl, B CUJTy YErOo OHU HEChETOOHBI)
MOXET pacIlIvMpsITh HaIlIW MPEACTaBIeHUs O TPUPOJIe
T® RIN u peryimMpyeMbIX UM I'eHax.

ITomumo TomMaTta oOGBIKHOBeHHOTO (. Ilycopersi-
cum) K cexiuu Lycopersicon oTHocAT 12 qukopacTy-

CIIYTUHA

IIMX POACTBEHHBIX BHUIOB TOMAaTa, KOTOPBIE TAKXKe
oOpasyroT couHblii mion. Ilpoiiecc co3peBaHus y
HanOoJIee IPEBHUX BUIOB TOMAaTa OTJINYAETCSI OT Ta-
KOBOI'0 y TOMaTa OOBIKHOBEHHOTO: HE HAKaIUIMBaIOT-
Csl KapOTUHOMIBI M MOHOCaxapa, CPOKHM pPa3BUTHUS
MJIOJOB CcylliecTBeHHO yBeamueHs! [81, 82]. [To MHO-
T'MM MOP@POJTOTMYECKIUM M OMOXMMUYECKUM XapaKTe-
PUCTUKAM IUIOABI TMKOPACTYIIMX BUIOB TOMaTa Ha-
MMOMHWHAIOT IUIOABI rin-MyTaHTa KyJbTUBUPYEMOTO
toMaTta. Mnentndukanms renos RIN TuKopacTylmix
BUIOB, CPAaBHEHNE UX CTPYKTYPHI M aJJIEJIbHOM Bapu-
abenbHOCTU ¢ TeHOM RIN ToMaTa 0OBIKHOBEHHOIO 1
rin-MyTaHTHBIX pacTeHuii S. lycopersicum nacT BO3-
MOXKHOCTb MOHSITh 3BOJIIOLIMIO TAHHOTO TPaHCKPUII-
LIMOHHOTO (haKTOpa M €ro ydyacTue B JOMECTUKAIIUU
pacTeHMit, a Takxke ONpeAeauT HaJibHEHIIMe mnep-
CHEKTUBBI IS OMOTEXHOJOTUUECKOTO TIPUMEHEHMUSI.
IlpoBeneHHbIl paHee aHaJIM3 MEXBUIOBOK Bapua-
OEJIbHOCTU U DKCIPECCUU HEKOTOPBIX CTPYKTYPHBIX
reHOB CO3peBaHUs, KOTOPHIE SIBJISIIOTCS MUILICHSIMU
T® RIN y nukopacTyluX BUIOB U KyJIbTUBUPYEMBIX
COpPTOB TOMaTa, MokKa3aj Haiuuue nuddepeHranb-
HOIi BKCIIpeccUu y o0pas3ioB ¢ pa3IMUYHBIMU Xapak-
TepucTUKaMu cospeBaHus 1ioga [83—86]. IMomo6-
Hble pe3yJbTaThl MOTYT OBITH OOBSICHEHBI HE TOJBKO
CTPYKTYPHOIi BapruabeJbHOCTbIO CaMUX T€HOB OMO-
CUHTE3a KapOTUHOUAOB U MeTabojM3Ma caxapoB U
IIPOMOTOPOB 3TUX I'€HOB, HO 1 Pa3JIMYUSIMU B CTPYK-
Type M aKTUBHOCTU KOHTpompytoiero ux TM RIN,
YTO B JaJIbHEHIIIEM IIPEICTOUT OIIPEACIUTD.

ITouck ¢akropos, perympyonmx aktuBHOCTh RIN.
Cpeny uMerolMxcsl Ha CerofaHsl JaHHBbIX 0Ka3aJloCh
KpaitHe CJIOXKHO HalTu uHdopMauuio o dakTopax,
perynupyomux padoty camoro RIN. O4eBUIHO, 4TO
T® RIN sBasieTcsl OTHUM U3 KITIOYEBBIX PETYISITO-
POB CO3peBaHMsI, HO MOJIHAsI KapTMHA O TOM, KaKue
BHEIIIHME WJIM BHYTpeHHUE (haKTophl 3a71eiicTBOBa-
HbI B TPAHCKPUTLIMOHHOM PEeTyJIsILIUU KOIAUPYIOIIETO
ero reHa, ToJibko ¢popmupyetcs. UccienoBaHue me-
XaHU3MOB, JIeXallluX B OCHOBE PETYJISILIMU TpaH-
ckpunuuu RIN, TI03BOJUT YIIPaBISATH IIPOLIECCOM
CO3peBaHus COUHOTO IJI0Ja, YTO, HECOMHEHHO, UMe-
€T BaXKHOE MPUKJIa[HOE 3HAYEHUE.

HecmoTpst Ha To, 4TO HampaBJeHHbIE UCClen0Ba-
HUS BbILIECTOSIIIMX (upstream) peryasitopoB RIN He
MPOBOAWJIUCH, 3a TOCJIeIHUE HECKOJbKO JeT Mpu
OIMMCaHUU OeJIKOB pa3IMYHBbIX CEMENCTB, IKCIpEC-
CUPYIOILIMXCS B IUIOJIaX, CPEAU MPOUYMX (PYHKIIMi Obl-
Jla ToKa3aHa BO3MOXHOCTb MX HETNOCPENCTBEHHOIO
WJIX OTIOCPEIOBAHHOTO BIAUSIHUS Ha TPAHCKPUIILIIO
reHa RIN u/vunm aktuBHocTh T RIN.

HaiinenHble (pakTOpbl MOXHO pa3lenTh Ha JIBE
rpynmnsbl: (1) Oenku, cBsI3aHHBIE C AMUTC€HETUIECKI-
mu momudukauusaymu JJHK u rucronos; (2) — npyrue
0eJIK1, CBI3aHHBIE C CUHTE30M OTACIbHBIX METab0-
JINTOB, 1 JaHHbIE METAOOIUTHI (caxapa, KApOTUHOM -
IIbI, TOPMOHBI, MEJIATOHUH).
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B nipoiiecce co3peBaHUS U CTapeHUs] PACTUTEIIb-
HBIX TJIOJOB MOTYT IPOUCXOAUTh SIMUTEHETUUECKUE
Mmonudpukaiuu [87, 88]. K mpuMepy, y ToMaTa MHTU-
onposanme aktusHocTH JIHK-MeTriTpancdepas npum-
BOJIMT K TIpEXKIeBPEeMEHHOMY CcO3peBaHUIO 11oaa [88].
BaxxHBIM (pakTOpOM, ONpPEAEIISIONIUM CTPYKTYPHYIO
OpraHM3alUIo XpOMAaTUHA U SKCIIPECCUIO TeHOB, SIB-
JISIeTCSI METWJIMPOBaHUE U JeMETUIMPOBAaHNE THUCTO-
HOB, KOTOpPOE€ OCYIIECTBIISIETCSI TMCTOHOBBIMU JIW-
3UHMeTHIITpaHcdepa3aMu 1 JeMeTniaa3amn [88].

B reHome ToMara HaiiieHO 25 TUCTOHOBBIX AEME-
tunas (HDMs); akcrpeccust MHOTUX M3 HUX KOppe-
JIMpYeT C 3allyCKOM IIpolecca CO3peBaHUS IUIona
[88]. Ha ceromHAmHMii JeHb TTOJYJYEeHBI TaHHEIE,
CBUIETEJILCTBYIOIIUE O JOCTOBEPHOM BIIMSIHUU OJI-
HOM U3 TaKUX TMCTOHOBBIX AeMmeTuiias — SIJMJ6, Ha
Mpolecchl co3peBaHus moga tomara [88]. SIIMIJ6
YCKOPSIET CO3peBaHye TUIOAOB B pe3yJibTaTe JeMETUIM -
poBanust H3K27m3, 94To npuBOOUT K aKTUBALIMA 9KC-
npeccuy 32 TeHOB, KOHTPOJIMPYIOIINX, B TOM YHCJIE,
co3peBaHue [88]. Hanbonblmit mHTEpeC MpeacTaBisieT
TO, uTO SIJMJ6 MOXKET IEMETUIINPOBATh YIACTOK XPO-
MaTuHa, conepxXamuii RIN, 970 aKTUBUPYET €ro 9KC-
npeccuio. BaxkHbIM MpeacTaBisieTcsl U TOT (PakT, UTO
IIOMMMO 3TOro, TMCTOHOBas neMeTwiaza SIJIMIJ6
CIIOCOOHA aKTUBHPOBATb M IKCIIPECCUIO TE€HOB-MU-
meHeir T® RIN (puc. 1) [88].

Ha npumepe niogoB ToMaTa Takke MoKa3aHo, YTO
Ha CKOPOCTh CO3PEBAaHMS MOXKET BIIMSITh 1 allCTUIN-
poBaHMe TUCTOHOB. CHMXXEHME IKCIIPECCUM T'eHa T~
cTtoHoBoi1 neanetmnassl SIHDA3 yckopsieT co3peBa-
HUE TIJIONOB 3a CUET YBEJIMUEHUS 3KCIIPECCUM T€HOB
OMOCHHTEe3a 1 CUTHAIBHBIX ITyTei 3TUJIeHa, HEKOTO-
pbIX KapOTMHOUAOB, TEHOB MOAU(MUKAIINU KJIETOY-
Hoit ctrenkn, a Takke TeHoB TM RIN, CNR n TAGL1
[89]. OmHako oOpaiiiaeT Ha ce0s1 BHUMaHUE TO, YTO
Cpeny TEHOB CO3pEeBaHUSI, Ybsl DKCIIPECCHUSI U3MEHU -
JIach T1ociie orpandeHus padotel SIHDA3, 6oJbImmH-
ctBO aBisiorcd MuiieHaMu TA RIN. Takum obpazoM,
MOKHO TPEIIIOJI0XNTh, YTO ITOJIYYEHHbIE Pe3y/IbTaThl
SIBIISIIOTCSI HE CJIEACTBAEM HEOCPEICTBEHHOI peryisi-
LM 3KCIPECCHMU 3TUX T'€HOB 3a CUeT alleTUIMpOBa-
HUsI/IealleTUJIMPOBaHMUSI TUCTOHOB, a CKopee Cliel-
CTBMEM aKTHUBAllUM WIW JIeaKTUBAlMU 3KCIIPECCUM
reHa RIN npu n3MeHEHUM aKTUBHOCTU TMCTOHOBOM
anetunassl SIHDA3, KoTopast sSIBasieTCsI HeraTUBHBIM
perynsatopoM RIN. OgHaKO ocTaeTcsl HESICHBIM, MO-
TYT JU OpyTryue TMCTOHOBBIE AealleTIIa3bl U alleTHII-
TpaHdepasbl OKa3bIBaTh Ha 3KcIipeccuto RIN aHano-
rMYHOE JeiicTBUE (TO €CTh BCErma Jid aleTIIMpOoBa-
HUE TMCTOHOB IIPUBOAUT K akTuBauuu RIN), mubo
9TOT I'eH PEeryJupyeTcs crieludUIHO 3a CYST pabOTHI
SIHDA3 (puc. 1).

He MmeHee BaxkHO OTMETUTh, YTO MOAOOHO MO~
¢UKaIM TUCTOHOBBIX OEJIKOB, (paKTOpOM aKTHUBa-
oy reHa RIN Takxke SIBJISIETCS AeMETUJIMPOBaHUE
JHK. B gactHOCTM, mOKa3aHO, 4TO creHuduIHas
i nmonoB JHK-gemernnaza DML2 aktuBmpyer
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OKCIPECCHUIO TEHOB IJIaBHBIX PETYJISITOPOB CO3peBa-
Hust — T® RIN, NOR u CNR, 3a cuet yMeHbIIeHUS
MmeTunupoBaHus JJHK [90, 91]. MUHTepecHO, UTO 9KC-
npeccus reHa DML 2 6pli1a CMIBHO yBeJIM4YeHa B TIO-
JlaX paCTEHMM ToMaTa CO CBEPX3KCIPECCUEM TeHAa M-
CTOHOBOI JeMeTwIassl SIJMJ6 1o cpaBHEHMIO C TUIO-
mamMu gukoro tuma. boiiee Toro, moka3zaHoO, 4YTO
S1IIMJ6 HampsiMyro cBSI3BIBAeTCs C JOKycoM DML 2,
cHuMaeT metunupoBanue H3K27me3, B pesyabraTe
Yero NporucXoAUT aKTUBaLMs TpaHCKpunuuu DML 2,
a kogupyembiii 6e1ok DML2, B cBolo ouepenb, CHU-
MmaeT MetuiaupoBaHue ¢ JJHK-nociemoBaTenbHOCTU
RIN, 9TO TIPUBOIUT K aKTUBAIIUU €ro SKCIIPECCUM
(puc. 1) [88].

TaknuMm oOpa3zoM, MOXHO cAejlaTh BBIBOI, YTO
snureHeTnyeckue moaudpukauuu JHK u rucroHo-
BBIX O€JIKOB SIBJISIIOTCSI OOHUM 13 (PAKTOPOB, 3aIlyC-
KalImux 3Kcnpeccuio reHa RI/IN. OnHako HESICHBIM
OCTaeTcsl, KaKue ellle TMCTOHOBBIE IeMeTIUIa3bl (ITo-
MuMo S1JMJ6), KOTOpBIX y TOMaTa OMMCAHO 25 U To-
JIaBJISIIONIee OOJIBIIMHCTBO KOTOPBIX aKTUBUPYETCS
WMEHHO B ITIpOlIECCE Pa3BUTHUS U CO3PEBaHUS ILIO-
JI0B, YYaCTBYIOT B aKTUBaLiu reHa RIN.

Yro KacaeTcsl ApyTUX BUNOB PaCTEHUI, TaHHBIC O
KOHKPETHBIX PEeTYJISITOpax 3KCIPECCHMU TOMOJIOIOB
RIN He HaliaeHbI, OAHAKO AJIs HUX JOCTYIHBI O0II1E
JIaHHBIC IO U3MEHEHUIO TUHAMWKN METUJIMPOBAHUSI
JHK B mporiecce co3peBanus. IIpmHSITO cUUTaTh,
YTO y KIMMaKTepUYECKMX TIUIONOB (IMMOKa3aHO Ha
IIpuMepe ToMaTa), IIPOLIECC CO3PEBaHUS COIIPOBOXK-
nmaetcd cHaTHeM MeTwmpoBanusd JJHK 3a cuer yBe-
JudeHus akcnpeccuu reHoB JIHK-nemerunas [92]. V
HEKJIMMaKTepUISCKUX IJI0A0B (ITIOKa3aHO Ha IIprUMe-
pe 3eMJITHUKM) IIPOLIECC CO3PEBaHUSI TaKXKe COIIPO-
Boxnaercs nemetuianpoBanuem JIHK, onHako y Hux
He HaOIIomaeTcss yBeJIMYEeHUsI 3KCIIPECCUM TE€HOB
JHK-nmemetnnas, HO TOmaBIIsIeTCS SKCIIPECCHs TEHOB,
yuacTtByoix B PHK-HampapieHHOM MeTWIMpoBa-
Huu JHK [92]. B omsinume ot ToMara U 3eMJISTHUKH, Y
JIPYroro HeKJIMMAaKTepUIEeCKOro pacTeHUSI — allesib-
CUHa, MpOLIeCC CO3peBaHUS ITUI0AA TMPUHLIUIUATIBLHO
WHOM M COIIPOBOXIAJICS INI00AJbHBIM METUJIMPOBA-
anem JIHK, mpenmonoxxureapHo, 3a c4eT YMEHBIIIE-
Hus 3Kkcnpeccuu reHos IHK nemetunas [93].

ITomMumo 3nureHeTMYECKMX PaKTOPOB HA aKTH-
Bauuio RIN v co3peBaHUE IJI0JI0B MOTYT OKa3bIBaTh
BIWSIHAE HEKOTOpbIE OTHEJIbHBIE METaOOJIUTEHL.
Ilpexne Bcero, aTo IMPOCTHIC caxapa, KOTOPhIE BbI-
CTYIaIOT He TOJIbKO, KaK 9HEpreTUYeCKMii cyocTpar
KJIETKWA, HO M KaK CUTHAJIbHBbIC MOJEKYJbI, a TaKXKe
KapOTUHOUIKI, (PUTOTOPMOHBI 1 IPYTHE METAOOINTHI.

M3BecTHO, UTO B pEryysiliui BHYTPUKJIETOYHOTO
CUTHAJIMHTA 1 MeTaboJIM3Ma CaxapoB IPU CO3PEBaHUU
Iroda ydactByeT nporenHkrHaza SnRK1 [94]. Tak, re-
TepoJIOTMYHAasI CBepxaKcIpeccus TeHoB MhSnRK1 (s10-
JIoHs1) U PpSnRKIo. (mepcuk) B pacTeHUSIX ToMarta
npuUBOAWJIa K UBMEHEHUIO XapaKTePUCTUK CIEI0ro
10/1a, YBEJIMYEHUIO KOJIMYECTBA PACTBOPUMBIX ca-
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XapoB M KpaxmaJjia 1 YMEHBIIICHUIO CPOKOB CO3peBa-
Hust [94—96]. Hanuuue mpssMOro B3aMMOIEHCTBUS
Mexay PpSnRK 1o u T® RIN 0bUI0 HOATBEPKIACHO
in vivo M in vitro. bojiee TOTO, CBEpXdKCIIpeCcCHs TeHa
PpSnRKI0. Taxkke BbI3bIBaJIa YBEJIMYECHUE YPOBHS
SKCIIPECCUHU He TOJIBKO reHa RIN, HO 1 ero TeHOB-MU-
mweneit (NOR, FULI, ACS2, ACS4, ES) [94]. Ucxons
M3 3TOTO, CJeayeT, 4To IpoTenHkuHaza PpSnRKlo
B3aumoneiicteyeT ¢ T® RIN, yBenuuuBasi aKkcnpec-
cHIo Komupyroliero reda RIN, v, cienoBaTenbHO, Te-
HoB-MuieHeil T® RIN, TeM caMbIM y4acTBYSI B KOH-
TpoJie co3peBaHus1. Takum oopazom, SnRK 1o moxker
BBICTYIIaTh peryisitopoM aktnBHocTH RIN kak Ha
0eJIKOBOM, TaK M Ha TPaHCKPUIILIMOHHOM YpOBHE
(puc. 1). Boamoxno, SnRK1 cnnoco6Ha dochopuiu-
poBaTh 6e1oKk RIN, ogHaKo0, ocTaeTcs BOIIPOC O TOM,
piusieT 1 SnRK1 HanpssMylo Ha reHbI-MuieHn T
RIN, 1iu ke 3To IPOUCXOIUT orfocpenoBaHHO. Kpo-
Me Toro, aktTuBHocTh SnRK1 B KiIeTKe MpUBOIUT K
YBEJIMYEHUIO MHTEHCUBHOCTU (POTOCHUHTE3a M, KakK
CJIEICTBUE, HAKOIJICHUIO CaxapoB U APYTUX BaXKHBIX
MeTab0IMTOB. MOTYT JI1 OHU B CBOIO OYepEedb TAKKe
MocayXuTh akTuBaTopoM RIN — e1re mpencTouT BeI-
SICHUTb.

Hpyroii ¢depmenTt, duronHaecarypaza PDS
Y4acTBYyeT B OMOCHHTE3¢ KapOTUHOUIOB, CHIDKECHIE
sKkcnpeccuu reHa PDS B miogax ToMaTa IOMUMO CO-
KpallleHUsI CoAepKaHUsI KApOTUHOUAOB, TIPUBOIUIO
K YMEHBIIIECHUIO KCIIpecCcuM reHa RIN, a Takxke psiga
JIPYrUX T€HOB co3peBaHUs (OOJIBIIMHCTBO U3 KOTO-
pbIx sgBisitoTcs MullieHs My T RIN) [97]. Brina mo-
Ka3zaHa KOppeJIsIus MeXay 3KCIpeccueii reHoB PDS
n RIN, HO He SICHO, 3a CYET KaKMX MOJICKYJISIPHBIX
MEXaHU3MOB 3TO0 Tpoucxoaut (puc. 1). MoxkxHO
MIPEAIOI0XKUTh, YTO MUMEET MECTO JIMOO HEIOoCpe-
CTBEHHOE B3amMoJelicTBue Mexnmy oeiakamu PDS mn
T® RIN (uau PDS u renom RIN), 1160 OTCYyTCTBUE
KapOTUHOWIOB IIPUBOAUT K MU3MEHEHUIO KOHIICHTpA-
LU IPYTUX METAa0OIUTOB 1 OEJIKOB, KOTOPHIE B CBOIO
ouepelb perpeccupyroT 3Kkcrnpeccuto reHa RIN. Ha-
IIpUMep, KaPpOTUHOUIBI MOTYT OBITh IpPEIIIeCTBEH-
HUKaMU 111 OMOCHMHTE3a a0CIIM30BOI KUCIOTHI, KO-
TOpasi MMOTEHIMAIBbHO MOXET CIYKUTh PETYJISITOPOM
akcrpeccun RIN. Takke MOXHO IPEANOJIOXUTh Ha-
JInure OOpaTHOM B3aMMOCBSI3M MEXIY KOHEYHBIMU
MPOAYKTaMU peaklMii, KOTOpbIC OCYILIECTBISIIOT
CTPYKTYpHEIE TeHbI co3peBaHus (MuiieHn TA RIN)
¥ aKTHBaleli/pernpeccueii camoro reHa RIN.

IToMyMO IIMPOKO U3YUEHHBIX METAOOIUTOB, CBSI-
3aHHBIX C CO3peBaHMEM IUIOAA, OOpallIaloT Ha cebs
BHUMaHWE HOBBbIE MajOo OIMMCAHHBIC COCAWHEHUSI,
Hanpumep, MeaaToHUH (N-1LIeTUI-5-MeTOKCUTPUII-
TaMuH). ¥ ToMaTra o0paboTKa 3K30T€HHBIM MEJIaTo-
HUHOM MpUBOAWJIA K YCKOPEHHOMY CO3peBaHUIO
IUIOJA Y YAYYIIEHUIO MUTATEIbHBIX XapaKTepUCTUK
[98]. CpaBHEeHME TPOTEOMOB pacTeHMII TOMaTa, 00-
pabOTaHHBIX 3K30T€HHBIM MEJaTOHMHOM, U KOH-
TPOJIBHBIX PACTEHMII MOKA3aJlo, YTO CPEeAu OPYTUX
0O€JIKOB, KOHIIEHTPAlIMA KOTOPBIX CYIIIECTBEHHO OT-

CIIYTUHA

JIMYAIOTCS Y ABYX I'PYIII 00pa3LoB, ecTb U 6e10K TD
RIN, Kojn4ecTBO KOTOPOro y oopa3siia, oopadoTaH-
HOTI'0 MEJIaTOHMHOM, OBLJIO BHIIIE, YeM Y KOHTPOJIb-
Horo pacteHust [98]. Takum oGpa3zom, Ha ypOBHE
OeJika MokKa3zaHa KOppessiusl KOJMYecTBa MeJaTo-
HyHa U TP RIN, HO HESICHBIMM OCTAalOTCS MOJIEKY-
JISIPHBIE MEXaHM3MBI JaHHOTO SIBJICHUS: OKa3bIBAaeT
MEJIATOHUH MpsSMOEe WJIM OMNOCPedOBaHHOE 4Yepes3
JIpyrve MeTaboJIUTHl, OCIKKU WM 3MUTCHETUYCCKUE
¢akTOpHI AeiiCTBUE HA aKTUBALIMIO SKCIIPECCUU reHa
RIN (puc. 1).

3AK/IIOYEHHME

B HacrosiieM 0030pe M3MO0XKEHBI CBEIEHUS O
GyHKUMSIX TpaHCKpUNiuoHHoro ¢dakropa RIN To-
MaTa M €ro TOMOJIOTax Y paCTeHUI pa3IMYHBIX BUIOB
u cemeiicTB. [IpuBeneHHbBIC TaHHBIE CBUACTEIHCTBY-
10T 0 ToM, yTo MADS-6en1ku noacemeiictsa SEP ur-
paloT LIEHTPAJIbHYIO POJIb B YPE3BHIYATHO CIIOXHOM
TPAHCKPUIILMOHHOM PEeryasuuu Kackaja peakluit
CO3peBaHUs KaK KJIMMaKTepUYECKUX, TaK U HEKJIU-
MaKTEpUIECKUX IUIOAOB OOHOMOJBHBIX M ABYHOJb-
HBIX pacTeHnii. ['eHHas cetb, KoHTpoaupyemas SEP-
OenKaMu, BKITIOYAET B CE0sI HE TOJIBKO PETYJISITOPHBIE U
CTPYKTYPHBIE T€HBI Pa3JIMYHbIX CEMENCTB, HO M HEKO-
mupytomne PHK-mmocnenoBarenpHocT — MukpoPHK
n tHKPHK. C noMol1iibto JaHHOM CeTU MPOUCXOIUT pe-
TYJISIIMs myTeil OmocuHTe3a (PUTOTOPMOHOB, BUTAMU-
HOB, IUTMEHTOB U APYTUX BTOPUYHBIX METAOOIUTOB
1 OMOJIOTMYECKU aKTUBHBIX COCIMHEHUI, 4YTO, B
CBOIO OYepeIb, OIIPeAcseT BpeMsl CO3pEBaHUS, TEK-
CTYpY, OKpackKy U OMOXUMMIO Tuioga. BaxkHo moHm-
MaTh, YTO B OCHOBE MOP(OJIOrM4ecKoro MHOrooopa-
3MsI COYHOTO IUIONA Pa3IMYHBIX BUOOB BBHICIIMX Pac-
TEHUI MOXET JIEXXAaTh 9BOJIIOLIMOHHAS NYTUTMKAIIWAS 1
nuBepcudukanuss MADS-reHoB nioaceMeiictBa SEP.
IIpu sTOM pa3Hble BUABI pacTeHWIA MOIJIMA 3ameii-
cTBOBaTh SEP-TeHBI pa3IMUHBIX KJIal, a HE TOJIBKO
SEP4-reHbl, K KOTOPbIM IIPUHAICXKUT TeH ToMaTa
RIN. KpoMe TOro, Takxke BO3MOXXHO CYILIECTBOBaHUE
BUIOB pacteHuii, rae RIN-(yHKIIMIO BBIIIOIHSIET HE
OIUH, a HeckoJibko SEP-mapanoros. HakoHel, co-
OBITHS OYIUIMKAIUM U OUBEPCU(UKALIU IIPOHCXO-
IWIM He ToidbKo ¢ SEP-reHamMu, HO W IpyTUMU
MADS-reHaMu, ITO3TOMY Bcerna HeoOXOaUMO YIUTHI-
BaTh (DYHKILIMU U CTPYKTYpHEIE ocodeHHOocT MADS-
naptHepoB SEP-T®, coBMeCTHO ¢ KOTOPLIMU OCY-
IIECTBJISIETCS PEeTYJISILUST TPOLIECCOB, ITPOMCXOIsI-
IIUX IIPY CO3pEBaHUM IUIOMA.

Pa6ora BeITTONTHEHA TIpM TTomep:kKe Poccuiicko-
ro HayyHoro ¢onga (rpant Ne 19-76-00006) u, ya-
CTMYHO, MUHMCTEPCTBA HAYKM U BBICIIETO 00pa3o-
BaHus Poccuiickoit @enepannu.

ABTOD 3asBIsIeT 00 OTCYTCTBUM KOH(PJIMKTA MHTE-
pecoB. HacTosiast ctatbsl He CONEPKUT KaKMUX-JIN0O0
WCCIIETOBAHUMI C yIacTUEM JIIOJEH U SXKUBOTHBIX B Ka-
4eCTBE OOBEKTOB UCCIIEIOBAHUSI.
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BypHoe pa3BuTHe CUCTEMHOI OGMOJIOTUM BKITIOYAeT B ceOsl yCUJIEHUE TAKUX HaIlpaBJIeHU, KaK TPOTEOMU-
Ka 1 unuaoMrika. OHY HAIlUTU CBOE Pa3BUTHE B CUCTEMHOI OMOJIOTMU pacTeHUiA. MOXKXHO OTMETUTD BO3-
pacraroliee 4Y1uciao paboT, MOCBAIIEHHBIX aHAJIM3Y IMTPOTEOMOB U JIUITUAOMOB PACTUTEIbHBIX KJIETOK, TKa-
Hell U LIeJTbIX opraHoB. J{ocTaToYHO MOAPOOHO B IMTEpAType MPEACTaBIEHBI CBEIeHUSI 06 0COOEHHOCTSIX
MMPOTEOMa M JIMITUIIOMA PACTUTEJIbHBIX SIIEP, MUTOXOHAPUIA M XJIOPOTIIAcTOB. 7151 GOIBITMHCTBA OMHOMEM-
OpaHHBIX OPTAHOUIOB PACTUTEIBLHOM KJIIETKH, TAKUX KaK TOHOILJIACT, ammapat ['oJbIKy, SHIOIIa3MaTH-
yecKasi CeThb M JIp., aHAJIOTUYHBIC MCCIIeNOBaHUS CYIIECTBEHHO OrpaHMYeHbl. B 0630pe paccmaTpuBaioTcs
CYIIECTBYIOIIME TIPEACTABICHUS O CHEUMMUIHOCTU OETKOBBIX U JIMIMUIHBIX CIEKTPOB MeMOpPaHHBIX
CTPYKTYDP PACTUTEJIbHOI KJIETKH, a TaKXKe MPEeACTaBJIeH aHaI3 HEMHOTOYMCIICHHBIX JaHHBIX 00 UX AWHA-
MUYECKOM U3MEHEHUM B XOJE Pa3BUTHS U MPU OHMCTBUU CTPECCOBBIX (PaKTOPOB.

KioueBsble ciioBa: IIPpOTEOM, JIMIINAOM, MACC-CIIEKTPOMETPUAI, pa(l)TI)I, IiasMaJieMMa
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BBEAJEHUWE

OcHoBonojararomas (GyHKIIMS MeMOpaH 3yKapHro-
TUYECKOM KJICTKM 3aKJII0YACTCsl B KOMIIApTMEHTAIN3a~
1M OMOXMMUYECKUX U (PU3NOJIOTMYECKUX MPOLIECCOB.
B xaxxmoMm kommapTMeHTe (OpraHOWIE) CO3TAIOTCS
YHUKAJIbHBbIE YCIOBUSI, XapaKTepPU3YIOIINECs YpOB-
HeM pH, YHUKAJbHBIM CIIEKTPOM MaKpO- U MUKPO-
BJIEMEHTOB, OMOJIOTUYECKH aKTUBHBIX COSAUHEHMUIA,
pPa3HOOOPA3HBIMU DHEPTeTUYCCKUMHU pecypcaMH U
np. OOycioBneHa »Ta (PYHKUIUAST OCOOCHHOCTSIMU
CTpOeHMUs1 6roornueckux MmemopaH. CoriacHO KU~
KOCTHO-MO3au4YHOI MOJENU, MpeIIoskeHHOoI B 1972 1.,
MeMOpaHa MpeCcTaBIsIeT COOOM TUIUIHBIN OMCIIO,
00pa30BaHHEIN TIpEeNMYIIIECTBEHHO (ochonnImma-

Cokpamenns: ['TJI — rmmuepornmukonunuasl; [T — riokypo-
Hoswmatrvieporr; ['PJI — rmepodochomumumnst; AT —
muamirauuepos; AT — auraaakTo3wiauauyirIvuLepot;
ADPT — mudochatrununrmunepor; MIAT — MoHOTaIaKTO3MII-
nuanwiriauiepon; [IM — mnasmanemMma, na3Matuyeckast
memoOpana; CITY — cucreMHast NproOpeTéHHast yCTONYMBOCTD;
CDJI — chunromunuap; CXATI — cyabhOXMHOBO3WIINALIIT-
suepon;, @I — docharununruuepon; PU — dochaTununrHo-
3utoi; MK — docdaruaHas kuciaora; @C — docdaruanicepuH;
dX — docharnamnxonun; PO — dochaTHANIITAHOIAMUH;
BIIC — sHaoomiadMaTuueckasi cetb;, IMP — uHTerpaabHble
meMmOpaHHble 6enku; PMP — nepudgepuyeckue meMOpaHHbIe
oenku; GPI — memOpaHHbIe OeIKM, 3asIKOPEHHbIC TJIMKO3MJI-
bochaTuINIMHO3UTOJIOM.

MH, a TaKXke OeJKaMM pa3HOil CTENEeHU “IToTpyxKe-
HUsS1” B 3TOT JIUIIMIHBIA MaTpukc [1, 2].

MHoro4uciaeHHbIe SMIUPUYECKIE NTaHHbBIE CBU-
JIETEJIBCTBYIOT O pa3HOOOpa3nM OSJIKOB B pa3IMYHbBIX
MeMOpaHHBIX CTPYKTypaxX. MeMmOpaHHBIE OEJIKU, B
COCTaB KOTOPBIX BXOASIT TPAHCHOPTEPHI, PELECIITOPHI,
¢epMeHTHI U ZIp., YYaCTBYIOT B pabOTe CUTHAJIBLHBIX 1
METabOIMIECKIX CeTei KIIETKH, TEM CaMbIM, O0eCTICU -
Basl aJanTallliO0 PacTUTE/IbHBIX KJIETOK K CTPECCOBBIM
BO3ICHCTBUSIM M peajlu3ali0 3TAlOB XXM3HEHHOTO
ukiIa. JIocTaTouyHO mojroe BpeMs He MPeaCcTaB/IsIOCh
BO3MOXHEBEIM OXapaKTepU30BaTh CHELUPUIHOCTh
OEJIKOBBIX CIIEKTPOB, CBOMCTBEHHBIX TOM MJIM MHOM
MeMOpaHe, He TOBOPS O TMHAMUYECKOM U3MEHEHUU
0eJIKOBOTO MpOoMWJISI TPU AEUCTBUU Pa3TMIHBIX (DaK-
TopoB. CoBpeMEHHEIE TEXHOJIOTMYECKNE TMOIXOIbI
MO3BOJISIIOT pellaTh TaKuWe MpPoOJieMbl C ITOMOIIBIO
CHUCTEMHOM OMOJIOTMM, COCTABHOI YacThIO KOTOPOt
SIBJISIETCSI IIPOTEOMUKA, a, BEpHEe, COUeTaHUe TeHO-
MUKW, TPAHCKPUIITOMUKHI U TIPOTEOMUKMU.

Tepmun “miporeom” ObLI IIpemIoXeH B 1995 1. mis
o003HaueHUs1 Bcex OEJKOB M3y4aeMOro OObeKTa
(KJIeTKM, TKaHW, OpTaHMU3Ma 1 T.1.), KOTUPYEMBIX I'e-
HOMOM 1 CUHTE3UPYEMBIX B OIpeaeIeHHBIX YCIOBU-
ax [3]. CekBeHUpOBaHWE reHOMa apaduaoricuca, a
MO3aHEee 1 OOJILIIOTO YKMCia APYTUX BUIOB PACTCHUIA,
MMEJIO PeBOJIOIMOHHOE 3HAaUyeHHE B MACHTH(MKA-
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¥ 0€TKOB 1 aHHOTAaMM X GyHKOwii. [IporeoMHBII
aHa/M3, OCHOBAaHHBIIA Ha TaKMX MeTojax, Kak 2-D
PAGE (nByMepHbIii reib-3ieKTpodope3 B Iojua-
kpunamuae), BOXKX (BbicokoahdeKTUBHAS XU~
KOCTHasl xpomarorpadusi) M Macc-CIIeKTPOMETPHS,
MO3BOJISIET OIPEAC/INTDL KOJIMYECTBO OEJIKOB MHTEpeca B
o0pa3ie, MIeHTU(UIINPOBATh UX, BBISIBUTH IEPBUYHYIO
CTPYKTYPY U TTOCTTPAHCIISILIMOHHBIE MOTU(UKALIIN [4,
5]. OpuruHaabHOE CpaBHEHME Pa3IMYHBIX ITOAXOI0B K
IIPOTEOMHOMY aHaJIW3y IIPEACTABIIEHO B CTaThe
Moikosckoro u Iltamnuk [6]. Macmrab omHOro
IIPOTEOMHOIO MCCJIENOBAHUSI B HACTOSIIEE BpPEeMS
MOXKET COCTaBIISITb HECKOJIBKO COTEH M JaXKe ThICTY
0eJIKOB, TPeOYIOLIMX UACHTU(GUKAIIMA U OIpeaesie-
HUST UX BO3MOXHOM (DYHKIINU.

B cBsi3u ¢ OypHBIM pa3BUTUEM IIPOTECOMUKMU Ha-
KOILUIEHO MHOTO pe3yJIbTaTOB, KOTOPbIE JIETJIU B OCHO-
BY LIMPOKOTO CHeKTpa 0a3 AaHHBIX, B TOM YMCIE O
MEePBUYHBIX OEJTKOBBIX IOCICAOBATEILHOCTIX U MX
Momupukanusax (pochopuirpoBaHue, IITUKUPOBa-
HUE M JIp.), a TaKKe O (PYHKIIMOHAIbHOM 3HAY€HUU
pPa3IMYHBIX OEJIKOB: MPOTEMHKMHA3, TPAHCKPUIILIM-
OHHBIX (DaKTOPOB, DPa3IUYHBIX (hepMEHTOB, OEKOB
Mex0eKOBOro B3aumoaeincTsus u ap. HemnaBHo 3T
0a3bl JTaHHBIX OBUIM TOCTATOYHO MOAPOOHO OXapaKTe-
pu3oBaHEI Subba ¢ coaBrt. [7]. Bcien 3a aBTropamu, cie-
JyeT cleflaTb BbIBOJ O HEOOXOAMMOCTH MX JajbHEM -
niero pacmupeHusi. Hanpumep, olyiaercst Heo0xo-
JIIMMOCTb CO3[@aHUsI U Pa3BUTHS JAHHBIX O MPOTEOME
CUTHAJILHBIX KAacKaJoB, ceTeii BTOPMYHOIo MeTabo-
JIM3Ma, pa3InuyHbIX MEMOpPaHHBIX OpraHOMAOB. B cBsI-
31 C TeM, 4YTO TI0 pe3yjbTaTaM psia UCCaeloBaHUl U3
27000 6enkoB apabumoncuca IpeaIToIoXKUTETBHO 25—
30% sBASIOTCS UHTErPAIbBHBIMU MEMOpPaHHBIMU OeT-
Kamu [8, 9], cpaBHUTEJIbHBIN aHAJIU3 OETKOBBIX MPO-
duiieit MeMOpaH pacTUTENIbHBIX KJIETOK TTPEACTaBIIsIeT
OCOOBII UHTEpEC.

He ycrynaer o cBoemy 3Ha4€HUIO 1 pa3BUTHE Ta-
KOro HalpaBJieHUsI, KaK JUMUIOMUKA PaCTCHUIA.
CaMm TepMuH “munuaoM” ObUI MPEmIOXEH 110 aHaIo-
riu ¢ ripoteomoM [ 10] 1 ompa3zymMeBaeT BCIO COBOKYII-
HOCTb JIMITUJOB KJIETKU, TKAHU, OpraHa WIU OpraHu3-
Ma. Kak m OOJBIIMHCTBO “OMMWKOBBIX” IUCIWTUINH,
JIMIUIOMMKA MCIIOJIb3yeT BHICOKOTEXHOJOTUYHBIE U
MaKCUMaJIbHO aBTOMaTU3UPOBAaHHbIE METOABI 3KC-
TpaKLUM1, pa3aejaeHUs U aHajln3a JIUIIUAOB, a TaKKe
OnomHGpOPMaTUUECKYIO OOpaOOTKY ITOJTyYeHHBIX HaH-
HbIX. Yallle Bcero MpMMEHSIIOT BapUAHThI XKUAKOCTHOM
XpoMaTorpaduu ¢ mocjieayoleil Macc-CIIeKTpOMET-
PUYECKOM AETeKIMel ¢ pasIMIHBIMU CITOCOO0aMM
noHuzauuu [11—14]. JIunuasl — 3T0, Kak MpaBUIIo,
HEBBICOKOMOJIEKY/SIpHEIE, TUAPO(GOOHbIE WM aM-
¢ubnIbHBIE MOJIEKYIBI, XOPOIIO PacTBOPUMEIC B
HETOJISIPHBIX PaCTBOPUTEJISIX M 0Opa30BaHHbBIE B pe-
3yJIbTaTe KapOOAaHMOHHOM KOHICHCAIMHY TUO3(hUPOB
(IpOMU3BOIHBIE XKUPHBIX KHUCIOT M ITOJUKETHUIbI)
U/UIU KapOOKATUOHHOM MOJMMepHU3allii U30MpeHa
(TeprieHou k!, BKiItodast ctepouanl) [11, 15]. JIumuoom
9YKapUOTUYECKOI KJIETKM HACUMTBHIBAET OT HECKOJIBKIX

HINIITOBA, EMEJIbAHOB

COTEH J0 ThICSIY UHAWBUAYAJIbHBIX JIMITUAOB, (hOpMU-
PYIOIIMX KJIETOYHbIE MEMOpPaHbl 1 HAKATJIMBAIOII X -
csl B 3amnacamluux cTpykrypax [14]. Hecmorpsi Ha
0oJbllIoe pa3HOOOpa3ue TMOJydYeHHbIX JaHHBIX, Ha-
LU MPENCTABICHUS O 3aKOHOMEPHOCTSIX TUHAMUYE-
CKOT0 MU3MEHEHUS JUMUIHBIX Mpoduiieii B xone pa3-
BUTUSI U NIEHCTBUSI CTPECCOBBIX (PaKTOPOB Bce ellle
JIOCTAaTOYHO OrPaHUYEHBI.

PaccMoTpuM coBpeMeHHble TIpeACTaBIE€HUS O
OEJIKOBBIX U JIMITMAHBIX CIIEKTpaX MeMOpaH pacTu-
TEJIbHBIX KJIETOK.

PA3BUTUE NPENCTABJIEHUN
O MHOI'OOBPA3UU ITPOTEOMA
N JIMITUIOMA MEMBPAHHBIX CTPYKTYP
PACTUTEJIbHOM KJIETKMU.
HNCTOPUA, ITPOBJIIEMbI U TTEPCITEKTHBHI.
[TPOTEOM KIIETOYHBIX MEMBPAH

Hauaino uccinegoBanuii B 06J1acTi mpoTeOMa pac-
TUTEJIBHBIX MEeMOpaH CBSI3aHO C aHAJIM30M OEJIKOB
sIIep, XJOpOIUIacTOB M MUTOXOHIpuii. BeigeneHue
STUX KPYIHBIX IByMEMOPAHHBIX OPraHOUIOB IIPOBO-
JIUJINA C TIOMOIIbI0 HU3KOCKOPOCTHOIO LIEHTPpUDYIU-
poBaHUsl, U TIOCJIeAYyIOIIAs UASHTU(MUKALIAS UX MEM-
OpaH He BbI3bIBaJla COMHEHUS.

ITpotreoM MeMOpaH MUTOXOHIPUI KJIETOK apabu-
JIOTICYICA HA CETONHSIIHUNA ICHD SIBJISIETCS OTHUM U3
HamboJee oxapakTepn3oBaHHBIX. Elle B padore Brugi-
ere ¢ coasT. [16] ObUIM MpUBENEHBI JaHHBIE O OeJTKax
MUTOXOHJIpHAILHBIX MeMOpaH. HeMHOrnM 1o3xe nc-
MOJb30BaHME PA3IUYHBIX CIIOCOOOB IKCTPAKIUU U
nocienytomuii LC-MS/MS aHanu3 crioco6cTBOBa-
M uaeHTuduKanum 114 6enkos, uro Ha 40% yBenmuuu-
JIO CTIEKTP aHAJIM3NpYyeMbIX 0esikoB. B yrcio 80 pyHk-
LIMOHAJIbHO aHHOTUPOBAHHbBIX O€JIKOB MUTOXOHIPUiA
KJIETOK apaOMAoIICcHca BOILIM O€JIKU, Y4aCTBYIOIINE
B MEMOpaHHOM TPaHCIIOPTE, B TOM YHCJE JIEKTPO-
HOB, LIUKJIE I1- U TPUKAPOOHOBBIX KUCJIOT, CUHTE3E
AMMHOKMCJIIOT U OSJIKOB, 3aIIUTE OT OKUCIUTEIIHBHOTO
ctpecca u ap. [17]. B Hacrosiiee BpeMsT pa3inyHbIC
METOJIbl MTPOTEOMHOTO aHaJiu3a MO3BOJISIOT YBEJIU-
YUTh OCIKOBBIE IIPOd MM 3TUX opraHouaoB 10 1000—
1500 6enkoB. Ocob0ro BHUMAaHMS 3aCIIy>KUBAIOT UC-
clieIoBaHUS Pa3IMYHBIX YCTOMYMBBIX BHYTPUMEM-
OpaHHEBIX OEIKOBBIX KOMIUIEKCOB [18]. K HuM, 6e3-
YCJIOBHO, OTHOCSITCSI KOMILJIEKCHI ObIXaTeJIbHOM
BJIEKTPOH-TPAHCIIOPTHOM 1LIeN1, KOMIUIEKC ajbTep-
HaTUBHOM okcuaasbl, ATM-cUHTAa3HBIN KOMILIEKC,
a TakKe LEJIbI psii MHOTOKOMIIOHEHTHBIX TpaHC-
MOPTEPOB.

IlepBoHayasibHO B MeMOpaHax XJIOPOIIJIACTOB
KJIETOK apabMIoIICKca ObLIO BEISIBIIEHO 242 Oeka, U3
KOTOpBIX He MeHee 40% coCTaBISTM MHTErpaabHbIe
MeMOpaHHble Oenku. PyHKIUM 86 OEJIKOB OCTaBa-
Juch HeusBecTHbIMU [19]. TMocaenyromuii mporpecc
METOAMYECKUX MOAXOHAOB MO3BOJIWI AEeTEKTUPOBAThH
1200—1300 6e1KO0B B XJIOpOILIACTAX TOTO K€ MOACITh-
®UBNOJIOTUS PACTEHUN Ne 5

TOM 68 2021



M3MEHEHME MMPOTEOMA U JTUITUJIOMA MEMBPAH PACTUTEJIBLHOM KJIETKU 471

HOTO pacTeHHUsi, KOTOpble y4acTBYIOT B peajin3aliiu
¢dotocuHTE3a, MeTaboJIM3Ma Cepbl U a30Ta, CUHTE3a
AMUHOKMCJIOT U XXUPHBIX KUCJIOT, TOPMOHOB, BTO-
PUYHbBIX META0OIUTOB, TUTMEHTOB, BUTAMUHOB U JIP.
J1s1 HEKOTOPBIX U3 HUX YAAJI0Ch UAEHTU(DUIIMPOBATH
JIoOKaiM3alio — cTpoMa, MeMOpaHa TUJIaKOUIOB
wiu jJomMeH. Ocoboro BHMMaHUS 3aCiy>KMBaIOT UC-
clleOBaHUS KPYTMHBIX (PYHKIIMOHATBHBIX OEJIKOBBIX
KOMILIEKCOB B MeMOpaHax xJjioporuiactoB [20]. K ux
YUCIY MOXHO OTHECTHU CBETOCOOMpAIOIINE KOM-
IUIEKCHI, OeJIKOBBIe KOMILIEKCHI poTocucteM, ATD-
CHHTa3y, a TakKXe CJI0XHO OpraHU30BaHHbIE TPaHC-
IMOPTHBIE CUCTEMBI.

He meHee TepHUCTHIN IIyTh OBLUI HPOMACH IIpU
U3y4YeHUU MmpoTreoMa saep. JaHHble omHOI U3 mep-
BBIX paboOT, IIpoaHaJM3UpOBaBIIeH sapa apabu-
Joricuca, ykaseiBaau Ha Hajandue 200 GeKoB, cre-
onUUHBIX 11 3Toro opraHouaa [21]. bomnee mac-
1ITAaOHOE UCCIeAOBaHNE IPUBEIO K MISHTU(MUKALIN
yxke 663 6enKkoB, GYHKIMOHATbLHAS aHHOTALIUS KO-
TOPBIX BBI3BAJIa OIpelNeeHHBIC 3aTpymHeHus [22].
YcTaHOBIEHO, YTO B UMCIO 345 simepHbIX OSIKOB BXOAST
OCIKM TPaHCKPUIIIMOHHOIO aIlapara, IIarepoHE,
OeJIKM CUTHAJIbHBIX cUcTeM 1 aAp. Ocobo moguepKu-
BaeTCsl MHOTOOOpa3ue siaepHbIX (hochopuiMpoBaH-
HEBIX 0eJIKOB. B rocaenHue rogbl, Kak v B CJIy4ae XJIO-
pOIIACTOB M MUTOXOHIPHIA, 0COO00€ BHUMaHUE yIIe-
JISIETCS IPOTEOMHOMY aHAJIM3Yy HE TOJIBbKO BHEIIIHE 1
BHYTpeHHell MeMOpaH siapa, HO U UIeHTU(DUKALIN
TpaHCMEMOpPaHHBIX OCJIKOBBIX KOMILUIEKCOB SIIEPHOM
000JI0UKY, BKJIIOYas siIepHYIo Topy [23, 24].

OtnaBasi HOJDKHOE SIBHBIM yCIeXaM B M3y4YeHUU
nporeoMa MeMOpaH OpPraHoOUIIOB, OKPY>KEHHBIX
CJIOXKHOI TBYyMEMOpPaHHOM CTPYKTYpOM1, CIEIyeT OT-
METUTh, YTO PaboTa C APYITUMU BHYTPUKIETOUHBIMH,
TaK Ha3bIBa€MbIMU “JIETKMMU~ MeMOpaHaMu, U3Ha-
YaJIbHO XapaKTepU30Bajlach 3HAYUTEIbHBIMU CJIOX-
HocTaMu. [ToimygeHme 3Tix MeMOpaH OCHOBAHO Ha MC-
MOJIb30BAaHUY BBICOKOCKOPOCTHOTO LIEHTPpU(yTpoBa-
Hus. [lepBoHavYaIbHO 11 pa3aeaeHUs IJIa3MajIeMMEL,
ToHOIUIacTa, ammapara ['oasmxku, DI1C ncnons3oBaim
pa3IMUHbIe TPAAUEHTHI TJIOTHOCTH, MPUTOTOBJICHHbIC
C VCIIOJIb30BAaHMEM caxapo3bl, COpOUTOJIa, ITepKOoJja
n ap. [25]. OgHako B OOJILIIMHCTBE CJIydaeB TaKoe
pazneseHre He MOTJ0 O0EeCIeYUuTh TOJTHOE OTCYT-
CTBME 3arpsi3HEHUSI MEMOpaHHBIX (pakKUMuid IpyT
npyroM. PaccMoTpeHne MeToInueCcKuX IOaX0A0B He
BXOIWT B 3aJa4y TaHHOTO 0030pa, OJJHAKO OTMETUM
clienymolee: crien(UYHbBII METOI OUMCTKH B HACTO-
sIee BpeMsl pa3paboTaH, MOXalyil, TOJbKO IJIsI IO~
JIydeHUsl TiasMaieMMbl [26]. Meton aByxdasHOro
pa3nenecHUsT YCIEIIHO IIPUMEeHSIeTCs y>Ke Ha IIPOTsI-
xeHuu 6onee 30 ger. OH OCHOBaH Ha MCIIOJIb30Ba-
HUM JIBYX HECMEIIMBAIOLIMXCSI PaCTBOPOB IOJUATU-
JICHIJIMKOJIST U IeKCTpaHa, KOHILIEHTpalusi KOTOPhIX
BUIO- M TKaHecnenmdmuHa. HekoToprie IMOIXomel
ObLIM TIPEIJIOKEeHBI W IJIs1 TIOJIydeHUsI TOHOILIAcTa
[27—29], onHaKO OHU HE SBJISIIOTCS OOILENPU3HAH-
HBIMU U BCE eIlle TPEOYyIOT HaJabHEHIIIEro CoBepIIeH-
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crBoBaHus. Ilociie mmonydeHusT OUYMINECHHONW WA
oOoralleHHOU Toli W1 MHO MeMOpaHHO (hpaKIiiv-
el mpoOBbI, UCCIeAOBATE/IN CTAJIKMBAIOTCS C eIle He-
CKOJIbKMMH, He ME€Hee BaxKHBIMHU, IpodieMamMu. OHU
00061eHbI B padote Ephritikhine ¢ coasr. [30]. MeM-
OpaHHBIC OCJIKM, B OTJIMYME OT PACTBOPUMBIX, IJIOXO
Pa3aeIISIIOTCS C IIOMOIIBIO IBYMEPHOTO 3JIeKTpodopesa
B noymakpuiamuaHom rejie (2D-PAGE) uz-3a ¢usu-
KO-XMUMWYECKOIl TEeTEPOreHHOCTH U 3HAYUTEJIbHOM
ruapododHocTH. MHOTrMe THMAPOPOOHBIE OEIKM He
pacTBOPSIIOTCS B Oydepe Il N303IeKTPUIEeCKOl (o-
KYCHPOBKHU U BBIITANAIOT B OCAIOK B UX U303JIEKTPHU-
yeckoi Touke. Kpome Toro, 0eakm OONBIIMHCTBA
MEMOpaH OTJIMYAlOTCSI HU3KUM COAEepKaHUEeM, UYTO
3a4acTyl0 HE II03BOJISIET UX aHAJIM3UPOBATh CTaH-
JapTHBIMA METOJaMM HPOTeOMHOTo aHaiau3a. s
MPEO0JeHUS MEePEYHCICHHBIX TPYIHOCTEN UCIIOJb-
3YI0T JIOIIOJIHUTEIbHBIE METOIbI 9KCTPAKIIUN TUAPO-
(GOOHBIX OEJIKOB M ITOCIIEHYIONIN aHaINU3 C TTOMO-
LIIbI0O MACC-CIIEKTPOMETPUMU.

bricTpoe pa3BUTHE TEXHOJOTMYECKUX IIPUEMOB
aHajiM3a npoTeoMa MeMOpaH U HaJIMure HaleXHOTO
MOJIX0/1a K BbIIEJIEHUIO T1J1a3MaTUYeCKON MeMOpaHbl
(ITM) wHTeHCUUIIMPOBAIO M3yYeHUE IpoTeoMa
WMEHHO 3Toii MeMbpaHbl. UHTepec oTpenennio Tak-
JKe 3HaYeHMe Iia3MalieMMbl KaK OCHOBHOTO 6apbepa
1 BaXXHEMUIIEro y4aCTHUKA TPAHCIIOPTHOM CUCTEMBI
kietku. Kpome Toro, IIM ywacTByeT B peuemniuu
Pa3HOOOPa3HBIX XMMUYECKUX U (PU3NYECKHX CUTHAJIOB,
a TakXke B mepenaye 3TUX CUTHAJIOB BHYTPb KJIETKH,
TEM CaMbIM 3amycKasl IIUPOKUNA CIEKTp aganTaiu-
OHHbBIX U (PM3UOJIOTUUYECKUX OTBETOB Ha KJIETOYHOM
YPOBHE.

B nepBbix paboTtax ¢ IpMMEHEHUEM MaccC-CIleK-
TPOMETPUU B COCTaBe IJIa3MaJieMMbl KJIETOK apabu-
Jorcuca osu10 MneHTUduIIIpoBaHo okoio 100 6enkos,
OoJIblIIasl YaCTh KOTOPBIX HE ObLJIa OOHapy»keHa B Oojiee
paHHUX IIPOTEOMHBLIX McciaemoBaHusax [31]. Hamoro-
TOYHAs1 XUIKOCTHasi XxpomaTorpadusi, CONpsKeHHasi ¢
Macc-crniekTpomMeTpueit (nano-LC/MS/MS), mo3BoJiu-
Jia BBISIBUTDH BO (bpaklIMy TlJIa3MajieMMbl KJIETOK JIU-
ctbeB Arabidopsis thaliana yxe 238 6enkos [32]. bonee
100 13 HUX OBLJIM OTHECEHBI K OejIKaM, coliepKalluM
OIMH U 0oJiee TpaHCMeMOpaHHBIX JOMeHOB. OHU OBLIN
CBSI3aHbI CO CEAYIOIIUMU (DYHKIMSIMU: TPAHCIIOPT
yepe3 IIa3MaTUYECKyI0 MeEMOpaHy U BE3UKYISIPHbII
TPaHCTIOPT BHYTPU KJIETKU, CUTHaJIbHAsI TPaHCIYK-
1IMsl, OTBETHbIE PeakilMu Ha JNEeUCTBHE CTPECCOPOB.
Hapsiny ¢ aTuM HeboJibllioe Yucio 6eJIKOB ObLIO pa-
Hee acCOLMMPOBAHO C APYTMMU KJIETOYHBIMU KOM-
MapTMEHTaMM, YTO MOXET yKa3bIBaTh HA HEKOTOPOE
3arpsizHeHue ppakuuu [TM.

HccnemoBaHus mocjieqHUX JIET 3HAYUTEJILHO pac-
IIVPUIN HAIIU TIPEICTABICHUSI O Pa3IMYHbBIX TPYII-
max OeJIKOB IuIa3MajeMMBbl KJIETOK apadumoIricuca
[33]. N3-3a orpaHUYEHHOCTH 00beMa JAHHOI'O 0030-
pa MBI He OyieM NOoAPOOHO paccMaTPUBATh BCE AaHHO-
TUPOBaHHBIC OEJIKM, a OCTAHOBUMCS Ha OCHOBHBIX
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rpymmrax. beaku ITM npuHsaTO Tompa3nesiTh Ha TPH
OCHOBHBIE€ KaTErOpuu B 3aBUCUMOCTU OT TUIIA MEM-
OpaHHOIT accollMalluM: UHTETPpAIbHbIE MEMOpaHHBIE
oenku (IMP), nepudepuyeckre MeMOpaHHbIE OEJIKI
(PMP) 1 MmemOpaHHBIE O€IKM, 3aIKOPEHHBIE TJIMKO-
sunipochatnauanHosutonom (I'®U). IMP umeror
OIVH WJIM HECKOJBbKO TpaHCMEeMOpaHHBIX JTOMCHOB.
Ha N-koHIIle mpuCyTCTBYET CUTHaJIbHAS IIOCIEI0BA~
TeJIBHOCTD, OOecIeunBalonas “gocTaBKy”’ OEJIKOB B
tasmasiemmy yepes3 DI1C u anmmapat INonsmxu. K 3Toit
IPYIIIE, B IIEPBYIO OYEpeab, OTHOCSITCSI CUCTEMbI I1ac-
CMBHOIO M aKTMBHOIO TpaHCIIOpTa MOHOB. Hambonee
MHOTOYMCIEHHBIMHU ABisgioTca H-AT®a3za n aksarno-
puH [34], a TakxKe pasHOOOpa3HBbIC TPAaHCITOPTEPHI
WOHOB, BKJII0Yasli MOHBI TSDKEJIBIX METAJIOB, TpaHC-
MOpTEPbl OPraHNYECKUX MOJICKYJ, B TOM YHMCJIe TOp-
MOHOB, a TaKXKe O€JIKM, BEIITOIHSIIONINE CUTHATBHYIO
¢GyHKIMIO (HaIIpUMep, pelleIITOP-II0I00HbIE KMHA3HI
(RLK)). ITepudepuyeckue 6e1KU HE UMEIOT 1OCTa-
TO4YHOro rugpododoHoro nomMeHa. OHU B3auUMoOIETi-
CTBYIOT C IJIa3MaJIeMMOM 3a CYET HEKOBAJIEHTHBIX
0eJIOK-0eIKOBBIX B3aMMOAEHCTBUIA WM KOBAaJICHT-
HBIX JJUTTMIHBIX MOAU(UKALINKI B pe3ybTate N-MU-
PUCTOMJIMPOBAHUS, S-TIaIBMUTUPOBAHUSI WJIN IIpe-
HunpoBaHus. K 3Toi1 rpyIiie oTHOCAT OeIKU, pery-
JIMpYIOIINE BE3UKYISIPHBIN Tpaduk, B TOM YUCIIE
pactutesnbHble Rho (ROPs) u SNARE 6enku (Solu-
ble N-ethylmaleimide sensitive factor attachment pro-
tein receptors) [9, 35]. TpeTbs rpyra — 6eJaKu, B3au-
MOJICHCTBYIOIIIME C TJIa3MaJIEeMMOI 3a CYET IJIMKO-
sungocharuauanHosurona. Ilpencrapisercsi, 4To
JIaHHass MoguduKaus 0eJIKOB IIPOUCXOIUT B amlia-
pate I'onbmxu. K 3T0i#1 TpyIiie, B OCHOBHOM, OTHO-
caTcsl (PepMEeHTHI, yJyacTBYIOIIUe B (popMHUPOBAHUM
KJIETOYHOU CTEeHKH, BKio4ass [-1,3-mioKoHassl,
MEKTUHACTEepasbl U mojauraiakrypoHassl [36]. Oco-
00ro BHMMAHUS 3aCIy>KUBAIOT OEJIKM, BXOISIIINE B CO-
CTaB MUKPOJIOMEHOB ILIa3MajieMMbl. 1o nunuaHomMy
COCTaBy MUKPOIOMEHBI (padThl, JETePreHT-yCTONUM-
BbIE JOMEHBI) 000TaleHbI CPUHTOUITNIAMU 1 CTE P -
HaMM, 4TO CO37aeT 0oJjiee yIMOpsAOUYeHHbIE yIaCTKU
10 CPaBHEHUIO C OKPYKAIOIIUM CJIoeM, 0Opa3oBaH-
HBbIM MpeumyllecTBeHHO dochonunuaamu [37]. JIu-
MMUIHAsI cocTaBlIsomasi padToB OyIeT pacCMOTpeHa
HImKe. OOpaTnMCcs K O0eIKaM, BXOISIIAM B 5TH JOMEHBI.
Psan uccrienoBaHMii MO3BOJWI BBISIBUTH MapKepHBIE
1t padros 6esiku. K Hum otHocar KAT1 (K -kanan),
PIP2;1 (akxBarmopuH), PIN1, PIN2 u Hekotopsie ABCB
(TpaHCIIOpPTEphl ayKCHHA), PEMOPHUHEI (rpymnna 6elr-
KOB MMMYHHOTO oTBeTa) u Ap. [38]. Ciaemyer orme-
TUTh, YTO, HECMOTPS Ha (PU3UKO-XUMUUYECKHE CBOM -
CTBa 3TUX JOMEHOB, IO CBOEMY COCTaBY padThl Bce
XKe SIBISIOTCS IMHAMUYECKMU CTPYKTYPaMHM, COCTaB
KOTOPBIX CMJIBHO 3aBHCHUT OT YCIIOBUM 1 M3MEHSIETCSI
BO BpeMeHHU. K coxkaneHuto, MOJHOCThIO MpeacTa-
BUTb COOTHOIIEHME Pa3INYHBLIX MO (PYHKIIMOHAJIb-
HOM aKTHUBHOCTH TPyl OEJIKOB (TpaHCIIOPTEPOB,
¢hepMEeHTOB, PELENTOPOB M Ap.) IUIa3MaJeMMBbI IO

HINIITOBA, EMEJIbAHOB

CHX TIOP TOCTAaTOYHO CJIOXKHO, TaK KaK BCe eIe BET-
Ka 10J151 HeoXapaKTepU30BaHHBIX OEJIKOB.

I[TpoTeoMHBIE MCCICAOBAHUS TIPOBOMSATCS WM IS
JIPYruxX OOJHOMEMOpAaHHBIX opraHouaoB. IlepBrie xa-
pakTepHble GeJIKOBble MPOMWIN IJisl BaKyOJISIPHOM
MeMOpaHBbI (TOHOIJIacTa) OBIJIM ITOJyYEHBI MPAKTH-
YeCKM OJJTHOBPEMEHHO C TAKOBBIMMU IS TIa3MaJIeM-
MbI, HO aBTOPHI IIPUIILIN K BBIBOAY, UTO 3arpsiI3HEHUE
MeMOpaHHBIX TIpernapaToB ObBUIO 3HAYMTEIbHBIM.
Hcnionb3oBaHUe KyJIBTYPhl KJISTOK apabuaorcuca u
Mocjaeayollee IMoJlydeHre MPOTOILIACTOB ITO3BOIMIIO
B 3HAYUTEJIbHOU CTENEHU YIy4IlIUTh cutyanuio [39].
Bcero 6wu10 BhISIBJIEHO 263 Oeyika, U3 KOTOPHIX 46,
MPEAITONOXKUTEILHO, YMENIX TI0 JBa TpaHCMeMOpaH-
HBIX JOMEHA, OCTaJIbHBIE 177 MMeIn OIWH TPaHCMEM-
OpaHHBIN JOMeH Wi He uMmenu ero. Ilo 6a3e JaHHBIX
ObUIM aHHOTUPOBaHbI 129 6enkoB. B a1y rpymity Bxonu-
1 6enku V-H"-AT®asel, nupodocdarasbl, TpaHC-
moprepel Zn", Cd?*, caxaposbl, aMMHOKUCIIOT U Ap.
@DOyukuum 21 6eyika ObLIM CBI3aHBI C CUCTEMaMMU Je-
rpagauuu apyrux o6enkoB. K coxaneHuto, 34 6enka
TaK U OCTAJIMCh HEOXapaKTepU30BAHHLIMHU, a He-
0OJIBIIIOE YKCIIO OSJIKOB OBLIIO aHHOTHPOBAaHO paHee
KaK KOMIIOHEHTHI Apyrux MemMoOpan. bosnee mosiHas
XapaKTepUCTUKA IPOTEOMa TOHOIIACTA KYILTYPhI
KJIeTOK apabuporicuca Oblla MpuUBedeHa B paboTe
Jaquinod ¢ coast. [40]. CormacHO MpoOBEACHHOMY
aHaJIN3Y MASHTU(UIUPOBAHHBIE OEJIKU YYaCTBYIOT B
TPaHCIIOPTE NOHOB U META0OIMUTOB (26%), CTPECCOBBIX
peakuusix (9%), nepenaue curHajios (7%) u MeTaboIHn3-
Me (6%), a TakKe 00eCreunBalOT TAKUE BaKyOJISIpHbIE
(YHKIIMH, KaK THIPOIU3 GeIKOB U CaXapoB.

IlepBBIe maHHBIE O TIpoTeoMe ammapaTa ['oabmku
oputn mosrydeHbl B 2000-x rr. [41]. OmHaKO HEBO3-
MOXHOCTb KOPPEKTHO U30JIUPOBATh MEMOpPaHbI 3TO-
IO OPraHOMIA CTABUT ITOJyYeHHBIC B YKa3aHHBIN TTe-
pyom pe3yIbTaThl oA HEKOTopoe coMHeHue. Tem He
MeHee, MHTepecC K arnmnapary [oibaXu oueHb BeuK,
0COOGEHHO B CBSI3U C TIPOTEKAIOIIIMH B TOM OPTaHOUIIE
CUHTETMIECKUMH TIPOIIeCCaMU, OOECITeYMBaIOIINMU
CTPOUTENIBCTBO KJIETOYHOI CTEHKU pacTeHuid. OTHOCU-
TEJBFHO HeAaBHO OBLT MPEITOXKEH HOBBIM MOIXOMI: OBbI-
JIV TIpUMEHEHBI TIOC/IeNOBaTEIbHO OYMCTKA B TPAIH-
eHTe TJIOTHOCTH, a 3aTeM METOJl pa3iejicHUs] Ha OC-
HOBE ITOBEPXHOCTHOIO 3apsiaa [42]. DTo mo3BOIMIIO
MOJIYYUTh MeMOpaHHYI0O (PPAKIIUIO JOCTATOYHO BBI-
COKOW cTeneHM o4ucTKU. [locnenyromuiit mpoTeoM-
HBIIl aHaJIn3 TTO3BOJWI MACHTU(UIpoBaTh 491 Ge-
Jiok. K HUM oTHeceHbI 64 Oeska, 3arpga3HsIommx Ppak-
LM MUTOXOHJIpUAIbHBIX MeMOpaH (28 6eikoB), DIIC
(15 6enkoB) m umrTomiaasMmbl (14 GeIKOB), a Takxke
ImecTh OCJIKOB, paHee MACHTUPUIIMPOBAHHBIX KakK
IUIaCTUIIHBIC, sIIepHbIe U TEepOKCHUCOMHBbIe. Bbonee
50 6enkoB (56) (DYHKIIMOHATBHO OBbLTM OTHECEHBI K
cucteme 0esIKoBoro cuHTe3a. M3 octaBiumxcs 371 6en-
Ka 20% OTHeceHbl K OMOCHHTE3y MOJIMCAaXapuIoB
MaTpUKca KIETOYHOI cTeHKH, 12% — K TpaHcIopTe-
paMm, 12% — k TpaHcdepazaM, emie 12% ObLIH CBSI3a-
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HbI C CEKPETOPHBIMU TIpolieccaMu. BoisiBiieHa rpyIi-
ma 6esKkoB (55 6enkoB, 12%), CBOMCTBEHHBIX IPYTUM
MeMOpaHaM, HO He SIBJISTFOLLMXCS [TOKa3aTesieM 3arpsiz-
HeHUs1 MeMOpaH. K 3Toii rpyrine oTHOcsTCS, Harpu-
Mep, Liejimono3ocuTasa u V-AT®a3za. [Ipeamnonoxu-
TEJIbHO, 3TO “TpaH3UTHbIe” OeIKY anrapara ['onbaKu.

K coxanenuto, uccienoBaHUM, ITOCBSIIEHHBIX
MPOTEOMHOMY aHAaJM3y OSHAOIUIa3MaTUYEeCKON CeTH,
o4eHb Majio. TeMm He MeHee, 182 0eJIka OTHOCST K 3TOMY
opra"Houny [41]. TpuanaTe U3 HUX OCTAJIMCh Heoxa-
pakTepru3oBaHHBIMU. OcCTajibHBIE O€JIKN YYaCTBYIOT B
donmuHre 1 MomUpUKALIMY CUHTE3UPYEeMBbIX OEJIKOB, a
Tak>Ke€ BOBJICYEHBI B PsiI METa0OIMYECKUX IPOIIEC-
coB. K Genkam mepBoii rpymniibl ObLIM OTHECEHBI 1Ba
romMoJjiora Sec63, ISITh TOMOJIOTOB TMENTUAA3, IIare-
ponbl BiP, HSP90, xampHeKCHH, KalbpeTUKYJIWH,
JeBSTb MPOTEUH-IUCYIbMUA-U30MePa3 U e TUINI -
MpoJaWI-u3oMepas3a. bbuim  MIeHTUOUIIMPOBAHBI
0eJIKM KOMILIeKca orurocaxapua-rpaHcdepassl (ro-
MoJioru pudodopuHa I, pubodopun II, 1Ba romosora
STT3, OST3, OST6, OST48 u DAD1), KoTOphIE OT-
BEUalOT 3a IIePEeHOC OJIMrocaxapujia B MpoIecce
N-cBsI3aHHOTO TJIMKO3UJIUpoBaHus. B rpymiy “mera-
bommuecknx”’ OenkoB BouUIM 18 mutoxpomoB P450,
HAJI®H-unutoxpom P450-penykraza, HAJH-nuro-
XpoM b5-peaykTasa, 1Ba 6e1ka iuroxpoma bS u 11 6en-
KOB, Y9aCTBYIOIIMX B MeTabonu3Me JununoB. Clienyer
YIIOMSIHYTb €I1I€ OAHY I'PYIITY O€JIKOB, Y4aCTBYIOIINX
B MOHHOM roMeocTase DI1C, Bkimoyast mpeacraBuTe-
neii cemeiicta Ca?t-ATPa3, a Takke 6€1Ku, orocpe-
nytorre oomeH Mexay DIIC u ammaparom INonbmxku
(AtSECI12, COPII, romonor RHD3 u np.).

PazBuTre TEeXHOJOTMiI CEKBEHUPOBaHUsS MO3BO-
JIWJIO paclIMpUTh MPOTEOMHbIE UCCIEAOBaHUS U Ha
JIpyTUE pacTeHUsl, B TOM YUCJIE Ha 3J1aKu (pUC, KyKy-
py3a, OBEC M POXb) U ABYAOJIbHBIE pacTeHUs (Tabak,
cost U Ap.). bbulM mpoaHaIU3UpPOBaHbl pa3iuyHbIE
OpraHbl 3TUX PACTEHUI U TTOJyYEHHbIE U3 HUX KYJIb-
TYpbI Kj1eTOK [43]. OueHb UHTEePECHBI Pe3yIbTaThl pa-
0OTbI, B KOTOPOI1 MPOBEIeH CPaBHUTENbHBIN aHAIN3
HE TOJBKO OEKOBBIX Mpoduieii mia3MaaeMMBbl OBca
U PXU, HO 1 6eJIKOBOTO cocTaBa HaHOAOMeHOB. C uc-
noiab3oBaHueM HaHO-LC-MS/MS-ananu3a OBLIO
uaeHTuduponBaHo 219 6e1koB y oBca u 213 6eJIKoB
y pxu. I[Ipu s3tom 56% B nepBoM cirydae u 47% Bo
BTOPOM COCTaBWJIM O€JIKU, crieudUUIHbIE 1J1s1 HAHO-
JIOMEHOB OBCa U PXM, COOTBETCTBEHHO. ABTOpaM
yIaJl0Ch JOCTaTOYHO IMOAPOOHO OXapaKTepU30BaTh
COOTHOILIEHUE Pa3IUYHBIX TPyNn (QYHKIMOHAIbHO
3HAYMMBIX OEJIKOB B COCTaBe ILIa3MaJieMMbl/HaHO-
JIOMEHOB Pa3HbIX MIpeiIcTaBUTENEN 371aK0OB [44].

TakuMm 06pa3oM, YBEJIMUMBAETCS YMCIIO UCCIIEIO-
BaHU, XapaKTEPU3YIOIINX OJIKOBbIC CIIEKTPhI MEM-
OpaH pacTUTEIbHBIX OPTaHU3MOB, TIPEICTABIISIONINX
WHTEPEC C TOYKH 3pEHUST arpolpou3BOIACTBA U OMO-
texHojornu. Hapsiny ¢ 3TuM MMEIOTCS JaHHBIE U O
GEeKOBBIX TTPOPUIISIX MeMOpaH, Ha MEpPBLIA B3I,
9K30THYeCKNX pacteHuii. Hammpumep, Oblmm mccie-
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JIOBaHbI OEJIKOBBIE MPOMUIN TIJIa3MajleMMbl U TOHO-
TJ1acTa KJIETOK JIMCTheB Avicennia officinalis, mpouns-
pacTalolInX B 9KBaTOPUATBLHBIX MAaHTPOBBIX 00J0Tax
CuHranypa. [axe npu ycioBUM HECEKBEHUPOBAH-
HOTO TeHoMa OBbLIO UASHTUGUILMPOBAHO 254 Genka
TUTa3MaTHYeCKO MeMOpaHBI U 165 GEJIKOB TOHO-
miacta [45]. HeckombKo MeHBIIEe OEJIKOB yHAJIOCh
BBISIBUTH B IIPOTEOME T1a3MalieMMbl Menta arvensis —
122 6enka, u3 KOTOPBIX JUIIb 21 ObLT MAeHTUDUIIN -
poBaH [46].

HMHTepecHble MaHHbIE O TKaHeCINeUUu(PUUHOCTU
OEJIKOBBIX CIIEKTPOB ILJIa3MajieMMbl IMOJYYEHBbI Ha
pacteHusix Tomnojisi [47]. OTHOCUTEIBHO OOJIbIIAS
qacTh (42%) 13 956 6eIKOB 0OOHApyXeHa B IJIa3MaTH-
YyecKuMx MeMOpaHax KJIETOK BCEX TpeX MPOTECTUPO-
BaHHBIX TKaHell (MapeHxuMa JIMCTa, KCUieMa, KaMm-
6uii/pmosma) u ToabKo 10—11% GBI YHUKATBHBIMU
TSI KOHKPETHOM TKaHU!. JaTbHe NI aHaIn3 TTOKAa3all,
4yTO 213 MHTErpaJbHbIX MEMOPAHHBIX OEJIKOB MOXHO
pa3nenuThb no PYHKIUSM Ha “TpaHCIOpTephl”, “pe-
LEenTOPHBI”, “KIEeTOYHAsI CTEHKA 1 METa0O0JIM3M yIJIe-
BOOOB”, “mepeHoC 4Yepe3d MeMOpaHy”, “mpyrue”,
“Hen3BeCTHBIE” U “BeposiTHBIC 3arpsi3HuTenn”. bosee
70% TpaHCIIOPTEPOB CaMOI OOJILIION TPYIIITLI MHTE-
rpaJIbHBIX OEJIKOB ObUIM JEeTeKTUPOBAHBI B ILJla3Ma-
JIeMMe KJIETOK JICTa, 32% — B MeMOpaHaX BCeX Tpex
TKaHel 1 TONIbKO 25% ObU1 00HapYKEHBI NCKITFOUM-
TeJIbHO B IUIa3MaTU4YeCKUX MeMOpaHaX KJIETOK KCH-
JIeMbl W/WIM KamMOusi/(paosMbl. YOUBUTEIILHO, HO
IU1a3MaTuyeckue MeMOpaHbl, BblIEeJIEHHbIE U3 KaM-
6us1/(bI0dMBI, UMEIU CaMyI0 BBICOKYIO IOJIIO pelLieTl-
TopoB. bosee 70% GeNKOB, y9aCTBYIOIIMX B (hOpMHpPO-
BaHWUM KJIETOYHOI CTEHKW W MeTabOJIM3ME YIJIEBOIOB,
U Bce OeJIK1, yJacTBYIOIIEe B MEeMOpaHHOM IepeHoce,
ObLIM UAEHTU(ULIMPOBAHbBI B TJIa3MaTUYECKUX MEM -
OpaHax KIIeTOK KcuiieMbl. O4eHb HEMHOTHE OeIKI ObI-
JIM OOIIIMMU MEXITy Tia3MaJieMMOoi Me3oduiuia U 1BYy-
MsI IPYTUMHU TKaHIMU (2—4% OT 00IIero KOJIMJecTBa).
ITpu aTOM B 1M1a3MaTUUECKOit MeMOpaHe KJIeTOK KCuiie-
MBI U KaMOUsi/(JI03Mbl ObLIM WACHTU(DUIIMPOBAHBI
0eIKM, He OOHapyXeHHbIE B TJIa3MaTUYECKUX MEM-
6paHax KJeTok Jincta (21% oT o0IIIero KOJIuJecTna).

CrenyeT OTMETUTH €llle OOHO MCCIIeTOBaHUE, B
KOTOPOM IIPOBEJSHO CpaBHEHUE IIPOTEOMOB KOPHEIA,
STUOJIMPOBAHHBIX U 3€JICHBIX IMCTHEB, PACTYILIMX JIV-
CTOBBIX IUIACTUHOK U1 LIBETKOB pacTeHuil puca [48].
Hapsgny ¢ 511 Genkamu, BCTpedarOIIMMUCS BO BCEX
IISITA aHAJIM3UPYEMBIX OpraHax, KaXXIablil U3 OpraHOB
MMeJ psii CrieU(PUIHBIX 0e1KOB: 270 — 1JjIsk KOpHS;
132 — 1151 5TMOMMPOBAHHOIO JIUCTA; 359 — 1151 3eJIEHOro
Jmcra; 146 — nns pasBuBaroerocst aicra u 149 — ms
LIBETKA. YCTAaHOBJIEHO, YTO IjIa3MajJieMMa KOpHeil
3HAYUTEIIHPHO OTJIMYANach MO OSIIKOBOMY MPOdUIIO
OT TAaKOBOTO Y JIMCTa, HE3aBMCUMO OT TOr'O, pa3BUBaJI-
Cs JIA OH Ha CBETy WM B TeMHOTe. belIKoBbIil cocTaB
njaa3MajeMMbl KJIETOK pa3BUBAIOLLIEHCS JUCTOBOM
IUIACTUHKM OBbUT OJIM>KE K TAKOBOMY Y 1IBETKa, HO HE
3esieHoro jucra. OcoOklil MHTEepeC BhI3BAIU JaHHBIE
o toM, uto IIM KoOpHeli oOoramieHbl OeIKaMu-
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TpaHCIIOPTEpaMH TI0 CPAaBHEHUIO C IUIa3MaJieMMOIA
KJIETOK JIMCTAa, a TakKXKe TO, YTO Ta3MaThyecKasl
MeMOpaHa IBETKA OTJIMYaiach OOJIbIIEH HACHIIIECH-
HOCTBIO OEJIKOB, COIIPSISKEHHBIX C CUTHAJIBHOM (DYHK-
LIMeil KJIETKU 0 CpaBHEHUIO C ITPOTEOMOM ILIa3Ma-
JIEMMBI KJIETOK 3€JIEHOTO JIUCTA.

Takum oOpa3oM, TaHHBIC TOCTIECTHETO JeCATHUIIC -
THUS YKa3bIBaIOT Ha CIEIM(UIHOCTD OSJIKOBBIX IIPO-
duaeit 1 MexXIy TKaHSIMHA OJHOTO paCTeHUS, U MEeXK-
Iy pa3HbIMM PACTCHUSIMH, YTO HA HOBOM TEXHOJIO-
TMYECKOM YPOBHE yKa3bIBaeT Ha (DYHKIIMOHAJIbHYIO
3HAYMMOCTh OCJIKOB B COCTaBe KJIETOUYHBLIX MEM-
OpaH. He BBI3BIBaeT COMHEHMS, YTO MHTEHCUBHOE
pa3BUTHE CEKBEHUPOBAHUS, a TAKXKE TEXHOJIOTYe-
CKUX IPUEMOB BBIICJICHUS U TeTEKTUPOBAHUS MEM-
OpaHHBIX OCJIKOB, JATYT B OCHOBY HaJbHEHIIETO
MPOAOIKEHUSI UCCAeIOBaHUI B 00JIaCTU MTpoTeoMa
MeMOpaHHBIX OPTaHOUIOB.

JINITNIOM PACTUTEJIBbHBIX MEMBPAH

JlunmuaoM MeMOpaH COCTOUT MPEUMYIIECTBEHHO
13 MOJISIPHBIX TUITMI0B. YIX amdudmisHas mpupoaa
MO3BOJISIET UM aCCOLIMMPOBATh B IBYXCIOMHYIO MEM-
OpaHHYIO CTPYKTYPY, a TAKXKe BBIINOJIHSITH MHOXKE-
CTBO Apyrux GyHkuuii. UMeHHO nojsipHbIe JTUTTUIBI
COCTaBJISIIOT OCHOBY JIMITUIAHOTO Ouciosi. MaccoBoe
COOTHOIIIEHNE JIMIUIOB K GeJIkaM B MeMOpaHe pac-
TUTEJIBHOM KJIETKM OJTM3KO K 1:1, ogHAaKO, €CIy yudur-
TBIBaTh HEe A0COIIOTHOE CoiepXKaHue, a yCPEeAHEHHbIE
MOJIEKYJISIPHBIE MACCHI IMITUAOB 1 GEJIKOB, TO 3TO CO-
OTHOIIIEHWE OyneT BapbupoBaTh B auamna3oHe oT 50 : 1
10 100 : 1 [49]. bonblMHCTBO MEMOpPaHHBIX JTUITUAOB
npeacrapiieHo nmiepodochommumamu (I'DJT), Han-
OoJlee pPacIpOCTPaHEHHBIMU M3 KOTOPBIX SIBJISTIOTCSI
docharugnas kuciora (PK), dochaTnamixonuH
(DX), docharugunstaHonaMu (PD), docdatu-
nmncepuH (PC), pochatummnmnosuro (PH), nua-
mriieposl (JIAI) M COOTBETCTBYIOIIIME WM JIU30-
¢dopMeL. Pexxe, 0coOeHHO BO BHYTPEHHMX MeMOpaHax
KJIeTKU, BcTpevarotcst docharnmunruiepon (PI) u
mudochaTummariepost, win KapauomuiH (JADI).
IMocmenHMit CIIy>XKUT MapKePHBIM JIUITUAOM BHYTPEH-
HUX MEMOpaH MUTOXOHAPWA, TJIe OH CTaOMIN3HUPYyET
OeJIKM 3JIeKTpOoH-TpaHcnopTHo uenu [50]. ®X co-
craBisieT okojI0 50% MeMOpaHHBIX (POCHOIHUITHIOB,
a BMecTe ¢ PO ux goad yBeanyusaercd 10 70—80%
[49]. KupHokucaoTtHbelit coctaB I'DJI BKIOYaeT
C16-C24 xucnoThl KaK HACHIIIEHHOIo, TaK M HEeHa-
ChILLIEHHOTO psaa ¢ npeodnaganuem C16 u C18 kuc-
J0T [51]. OTIMYUTETBbHON 0COOEHHOCTHIO JTUITUAOMA
paCTEHUIl SIBJISIETCI TMPAKTUYECKU ITOJTHOE OTCYT-
crBUe 11a3ManoreHoB — ['DJI, y KOTOPBIX B IIEPBOM
MOJIOXKEHUU TJULEpUHA BMECTO OcCTaTKa >KMPHOit
KHCJIOTBl HAaXOAWUTCSI OCTATOK CIIMPTa C MIMHHOMI
am1paTUIeCcKOoN 1IeNbIO, CBI3aHHBIN IIPOCTOM 3PUp-
HoIi cBsi3bto. [la3zmMalioreHbl MIMPOKO pacipocTpa-
HEHBI y XKUBOTHBIX, KaK Cpeau O6eCO3BOHOYHBIX, TaK
M TIO3BOHOYHBIX, BKJIIOYast M yeaoBeka [ 14].

HINIITOBA, EMEJIbAHOB

Emié ogHoOM XapakTepHOI YepTOi TUMTUIOMA pac-
TEHUU SIBJISIETCS MPUCYTCTBUE OCOOOI TPYIIIbI TJIM-
nepornukonunuaoB (I'TJI) — ranakronunmuaoB. DTu
JIMIIMIIBI 00pa3yoT MeMOpaHy TUIACTUI U TIPEICTABICHBI
MoOHorajakTo3wiauanuiraunepogom (MIAT), nu-
rajakrodwiauatuiarauieponom (AT, cyabhoxu-
HoBO3WIAnamiruiepoiaom (cynbgomumun, CXIII)
[52], a Takke rmokypoHo3unuaminiiiepoiaoM (1)
[53]. [ToMuMO BBICIIMX PAaCTeHUI 3TU JIUIUIBI OOHAPY-
2KE€HBI B Pa3HOOOPA3HBIX 3YKAPUOTUIECKIX BOTOPOCIISIX
1 okcrdorodakrepusx [14]. B XXpHOKMCIOTHOM KOM-
IMOHEHTE TaJIAKTOJUIINUIOB PACTCHUN NOMUHUPYIOT
C16:0, C16:3 u C18:3 kucnotsl [54].

Counronurmmaer (CPJI) — BaxHeiimass rpymrma
MOJISIPHBIX JTUITMIO0B, KOTOPHIE MOTYT COCTABJISITD JIO
10% ot ob11ero ypoBHs JIMIIMIOB B pacTeHUs X [51].
Dra rpyliia JUIUI0B JJIUTEJIbHOE BpeMS OCTaBaJIaCh
CJIabOM3YYEHHOM, YTO CBSI3aHO C TPYAHOCTSIMU IKC-
TpaKL1M U TIocjienyoniero aHaimsa [11, 13, 55]. COJI
SIBJISIFOTCSI TIPOM3BONHBIMU IJIMHHOLIETIOYEYHBIX aJIi-
daTnyecKMx COUHTOMAHBIX OCHOBaHWM (aMWHO-
cnupToB). CHOUHTOMMNUIB PACTEHUM OTIUYAIOTCS
3HAYUTEJILHEIM pa3HooOpasueM CGUHIOUIHBIX OC-
HoBaHuii. IlomMmnMo couHTO3MHA W CcHUHTAaHWHA,
HaunboJjiee XapaKTePHBIX IJIs1 )KUBOTHBIX, Y PACTCHUIA
oOHapyuBaeTcsi GUTOCPUHIO3UH U IPYTrUe IIPOr3-
BOIHbIE, pa3IUYaIOIINECs 110 HAIMYMNIO, KOJIMYECTBY
1 U30MEPUU IBOMHBIX CBI3EM, a TaKXKe YMCIY THI-
poxkcurpymit [49, 56]. ZKUpHOKMCIIOTHAS KOMITOHEHTA,
MPUKPETUISIONIasics K C(PpUHTOMTHOMY OCHOBAaHUIO
aMUIHOM CBs3bl0, peacTaBieHa C14-C26 kuciiora-
MU, TIPEUMYIIECTBEHHO IIMHHOLECIIOUeYHbIMI, Ha-
CBHIILIEHHBIMM M 4YacTO TUAPOKCIIMPOBAHHBIMU B
o-royioxeHuu [49, 56]. IlpeobiamaeT HachIeHHAS
o-ruapokcu-C24  (0-TUAPOKCU-JTUTHOLIEPUHOBAS )
kuciiora [56]. [ToMuMo cUHTOUTHBIX OCHOBAHUMI K
KJII0UYEBBIM rpyiimnam pactuteabHbIXx CDJI oTHOCSATCS
HepaMuObl, TIIOKO3WILepaMUabl (TJIMKOC(hUHIOI-
MUIBI) ¥ TIMKO3MWIMHO3UTOI(ochonepaMunsl (poc-
dochuHronunuael). B KieTkax JUCTbeB apabu-
JOTCHca Ha UX gouto npuxoautces mo 0.5, 2, 34 u 64%
ot ob6ero coaepxanuss CPJI, coorBeTcTBEHHO [51].
CohuHroMueanH, IaBHBIA COUHIOIUNNL >KHUBOT-
HEBIX, Y PACTEHUI HEe BCTpedaeTcs.

Eiie ogHa BakHelilasi rpynna MeMOpaHHBIX JIU-
MUIOB MpeacTaBieHa CTepUHAMU, KOTOPbIE OTHOCSITCS
K IIPOM3BOAHBIM M30IIpeHa. XapaKTepHOl 0coOeH-
HOCTBIO MEMOpPaH paCTeHU SIBJISIETCSI MHOTOOOpasue
durocrepuHoB — 6oiiee 200 Bunos [57]. Tak, 13 mmpo-
POCTKOB KYKYpPY3bl BblAejeHO Oojiee 60 MHAUBUIY-
aJIbHBIX CTEPUHOB U MEHTALIMKINYECKUX TPUTEPIICHOB
[51]. 'maBHBIMU CTEpMHAMU B TUIIMAOME BBICIIIMX pac-
TCHUN SIBJISIIOTCS [3-CUTOCTEpUH, KaMIIECTEPUH U
cTUrMacTeprH. B kiieTkax apabugoricruca Hakarim-
BaeTcst 1o 64, 11 1 6% 3TUX CTEPUHOB, COOTBETCTBEH-
HO [57]. BechMa mMIO0OIIBITHO, YTO PACTEHUSI MOTYT
CUHTE3UPOBATh U XOJIECTEPUH, COlepXKaHe KOTOPO-
ro MoxeT nocturath 10—20% oT 00111ero YpOBHSI CTEpH-
HOB, 0OCOOEHHO B MeMOpaHaX KJIETOK KOpHEH 3J1JaKOB
®UBNOJIOTUS PACTEHUN Ne 5
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[57]. Yame Bcero puToCcTEpUHBI HAXOASATCS B MEMOpa-
Hax B CBOOOIHOM BU/IE, OAHAKO OHU MOTYT OBbITh TJIM-
KO3UJIMPOBAHbI TJIIOKO30M, MaHHO30M, KCWJIO30M
WJIM TaJIaKTO30i1 ¢ 00pa30BaHMEM CTEPUIITIMKO3UIOB,
KOTOpBIE, B CBOIO OY€peb, MOTYT OBITh allJIMPOBaHBI
C16-CI18 xucnortamu [49, 51, 57]. DOUPHI CTEpPUHOB C
XKHUPHBIMHU KHUCJIOTAMM TaKXKe MOXKHO OOHApPYKUTh B
pacTeHusIX, HO OHU PEAKO BXOIST B COCTaB MeMOpaH
(Kak y IIBETHOM KAaITyCThl), a OOHAPYKUBAIOTCS IIpe-
MMYILIECTBEHHO B JIMIUIHBIX KAIUISIX Hapsay ¢ Tpra-
WITTIMLEPUIAMA U IPYTUMU HETIOJAAPHBIMU JIUITN-
Jamu [49].

JIMTIMOHBINA coCTaB KJIETOYHBIX MEMOpaH 3aBUCUT
OT THUIIa KJIETOK, BO3pacra, CTaaiu Pa3BUTHUSI U JICii-
ctBUsA (PaKTOPOB OKpyxKarolei cpenbl. bosbpmioe 3Ha-
YeHMe UMEET BUIOBasl MPUHAIICXKHOCTh, XOTS JaXe Y
MIpeACTaBUTEIC OMHOTO BMAA BO3MOXHBLI 3HAYM-
TeJIbHBIC KOJWYEeCTBeHHBIC oTanmund [58]. JIunmoom
MeMOpaH JIydllle BCEero M3y4yeH y IIJIa3MaTUYeCKOM
MeMOpaHbI U AByMeMOpaHHbBIX OpraHou0B. B ¢porto-
CUHTE3UPYIOIINX KIeTKax pacTeHuil okono 70—80%
MeMOpaHHBIX JIMIUIO0B MPUXOAUTCS HA JOIIO XJIOPO-
ractoB, mpu 3ToM 80—90% MONApHBIX JUMUAOB
IUIACTUI COAEpXKaTCs BO BHYTPEHHEN MeMmOpaHe,
MPEeMYIIECTBEHHO B MeMOpaHe TUIakoraos [12, 58].

MeMOpaHBI TUIACTUIHON 00OJIOUYKM HE COoIepKaT
xJIopoduiIa, COCTOAT U3 rmmueponunuaon (80%) u
CBOOOIHBIX CTepHHOB (10 1%). B HapyskHOIT MeMOpaHe
wiactuabl Ha gomo I'PJI npuxomurcs 35—50%, npe-
obmamaer PX (30—35%, B OCHOBHOM, B Hapy>KHOM
MoHocnoe) 1 @I (10%), I'TJ1 conepxxurcsa no 50—60%
Arar — mo 30%, MI'AI' — nol17% u CXIAI 6%).
BHyTpeHHsIsT MeMOpaHa TUIaCTUIHOU O0OJIOUKU CO-
crout mpeumytectseHHo u3 ['TJI (85—90%, c mipe-
obnaganuem MII, 50—55%). Conepxanue I'DJI
He npeBsiaer 15%, nuaupyer @I (mo 10%) [52, 58].
TumakongHass MmemMOpaHa TakkKe oOpa3oBaHa B OC-
aHoBHOM m3 I'TJI m mMeeT acuMMeTpUYHOE CTPOCHME:
BHEIIHUN MoOHocoit ob6oramén MIAT u @I, a
ATAI m CXAI' moxaan3oBaHBI MPEeUMYIIECTBEHHO
BO BHYTPEHHEM CJIO€, OOpaAIEHHOM B CTOPOHY I'PaHbI
[12, 58]. CnenyeT yTouHUTh, uyTO MI'I" He cmocoOHbBI
CaMOCTOSITEIbHO O0pa30BhIBaTh OMCIION. TeM He Me-
Hee, poab MI'II" TpynHO nmepeoiieHuTh, T.K. COOTHO-
mweHnue MIII' xk AT AT’ onpenensier popMUpoBaHUE
OMCI0s1, B3aUMOJICIICTBYE JINIIMAOB C OCIKaMU, a TaK-
Ke MeXOeIKOBbIE B3aMMOJCHCTBUS B THUJIAKOUIHBIX
MmeMmOpaHax. IIpruMepoMm mocjaeaTHero MoxXeT CIIy>KUTh
SHEPreTUYECKOe B3aMMOIEIICTBUE MEXIY CBETOCO-
ouparoM KkomiuiekcoM u @C 11. Euie onHo 3Have-
Hue MI'JII" 3aki1i04yaeTcst BO B3aMMOAEHCTBUY C TTUT-
MEHTAMM BHOJIOKCAHTUHOBOTO IIMKJIA, BBHIIIOIHSIIO-
IIUMU 3almTy OT (potookucnenus [59]. @B u ®C
MOJIHOCTBIO OTCYTCTBYIOT B I1acTuaax [58]. 'anakTonu-
MUAbLl IUIACTUA B YCIIOBUSIX (POCOPHOrO TOJOHAHUS
MOTYT 3aMellaTh (pochonunuasl B ApYruX MeMOpaHax
KJIETKU U TIOSIBJISITBCSI B TIa3MajieMMe, TOHOILIACTe
[51], DIIC u memOpanax muToxoHapuii [54]. I'naB-
HeM 3amMemnaromnM ['TJ1 apnasgerca AT, koTopsrit
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B LIMTO30JIbHOM MOHOCJIOE TUIa3MaJIEMMBbI MOXET HO-
cturath 10 1/3 Bcex TMnuaoB npu aAeduumnte dpocda-
Ta, TOra Kak B HAapy>KHOM MOHOCJI0€¢ (hOCGhOIMITUIBI
3aMelIaoTCsl alMIUPOBAaHHBIMU CTEPWITIMKO3UIA-
mu [49, 60].

Bonee 80% nunuooB MeMOpaH MUTOXOHIPUi
npuxogutcs Ha gomo I'DJI. ConepxkaHue CBOOOTHBIX
CcTeprHOB nocturaet 12%, a nx rmko3unos 1—-2% [58].
I'maBabiMu I'®JI HapyXHOI MeMOpaHbI MUTOXOH-
npun sistiotess OX (mo 60%), DD (25—30%) u U
(15—25%). BaryTpeHHsIs1 MeMOpaHa TakXKe COIEPKUT
DX, OO (o 40%) u ADPI' (10—15%) [58, 61]. APT
crieunduyeH Ay BHyTpeHHeil MeMOpaHbl MUTOXOH-
Ipun. Ero nomis B Ipyrux BHYTPUKIJIETOYHBIX MEMOpa-
Hax (BHEIIHWE MeMOpaHbl MUTOXOHAPWI W TUIACTHUI,
MeMOpaHa IIEpOKCHCOM, MHUKpoOcoMalbHas dpak-
1) He mpesbiaet 2—3%, a B Tonorutacte A®I He
JIeTeKTupyeTcsa coBceM [61, 62]. DC Takke He OOHa-
pPYXXUBaeTCsI B MUTOXOHIPUSIX Y pacTeHuit [58, 61]. B
coctaBe I'DJI MUTOXOHAPUATBHBIX MEMOpPaH NMpeod-
JIaIalOT OCTATKU KUPHBIX KUCJIOT ¢ JIMHOK Lienu
C16:0, C18:2 u C18:3 [54]. Takoe cBOcOOpa3ue Ju-
MMMAHOIO CIIeKTpa B MeMOpaHaX MUTOXOHAPHUIA MOXET
OBITb OOYCJIOBJICHO TE€M, UTO MUTOXOHIPUU SIBISIIOTCSI
IIOJIyaBTOHOMHBIMM OpraHOMAAaMU B OTHOIICHUU
omocuHTe3a ununoB. I'TJI oHu momydarot ot 1mia-
crun, JAT u T®JI ot BIIC, u gasee CUHTE3UPYIOT
cobctBenHbie DI ut IDT [54, 63]. Kpome Toro, Mu-
TOXOHAPUM 00JIamal0T COOCTBEHHBIM OMOCHHTE30M
SKMPHBIX KUCJIOT, KOTOPBIM OT/IMYaeTCs OT IUIACTUI-
HOTO U HAYMHAaEeTCs ¢ MaJioHaTa [54].

Tenepb paccCMOTPUM HaHHBIE O JIMITHIOME OITHO-
MEMpaHHBIX opraHoumoB. HamboapmuM pa3zHO006-
pasueM JIMMUI0B, TPUHUMAIOIINUX yJyacTHe B ee (pop-
MupoBaHuM, oTimdaeTcst MeMOpaHa DI1C. B ee cocraBe
npeacrapiieHbl ['DJ1 (Gonee 80%), cpeny KOTOPBIX I0-
muHupytotr ®X (35—-65%), DD (10—25%) u DU (3—
18%). INpucyrcTByior crepuHsbl (3—14% cBOGOAHBIX
u 1—4% cBsI3aHHBIX, CTEPWITJIMKO3UIOB U alluJICTe-
PWITJIMKO3MIOB), a Takke chuHronunuabl (2—8%,
[JIAaBHBIM 0O0pa3oM, DIOKo3wiIlepaMuanl) [58, 64].
XapakTepHoit ocodbeHHOcThI0 MeMOpaHbl DIIC saB-
JISIeTCSI OTHOCUTENbHO OoJibiioe comepxaHue DK
(0.5-7%) n nusodochomumunos (0.8—1.7%), uto
CBSI3aHO C OMOCHHTETHYECKO# M TPaHCIIOPTHOM po-
JIbIO 3TOr0 OpraHouga B oOecIeYeHUU JUMUIHOIO
obMeHa kieTku [64]. Kpome toro, DIIC comepXut
1o 0.5—4% nmunuaoB, XapakKTepHBIX IJISI MeMOpaH
mwiactun (MUAL, ATAT) n MutoxoHmpuit (API)
[58]. Takoe MHOroo6pasue, BO3MOXHO, 00YCIOBIIE-
HO ponbio DIIC B cuHTE3€e TMITNIOB.

ITonpobHOe paccMoTpeHNEe OMOCUHTE3A JINITHUIOB
BBIXOAUT 32 paMKHU HacTosIero oo3zopa. OgHako 3a-
METHUM, YTO CHUHTE3 XXUPHBIX KHUCJIOT IIPOTEKAEcT B
miactugax, rae cuHresupyrorcss C16-C18 KUCIOTHL.
Hanee oHM TpaHCHOPTUPYIOTCST B MeMOpaHy OIIC
WJIM BCTYNAIOT B IPOKAPUOTUYECKUI MYTh HEMOCPe/I-
CTBEHHO BO BHYTPEHHEM MeMOpaHe IJIaCTUAbI, TIe
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cunresupytorcsa I'TJI u T'DJ nnactun [54]. Mem-
opansl DIIC g9BISIOTCS OCHOBHBIM MECTOM OMOTe-
He3a JIUIIMIOB B PACTUTEIBHOM KJIETKE: 3IECh OCY-
IIECTBIISIETCS 3YKAapUOTUYECKMM MyTh OMOCHMHTE3a
I'®JI, ynauHS0TCS XUPHBIE KUCIOThI, CUHTE3UPY-
IOTCSI TPUALUIINLICPUABI, CTEPUHBI, C(OUHTOUTHBIC
OCHOBaHWMS, LIepaMHUIbI M TIIIOKO3MINepaMuanl [54,
56, 58]. WuosurtondocholiiepaMuabl, IIMKO3UIN-
Ho3uToJpocholepaMuabl U CIOXHBIE CHUHTOIU-
NUIblI C JJJMHHOM OJIMrOoCaxapUIHON! rojJoBOil CUH-
Te3upylorcsd B annapate Ionpaxu [65].

I'MMOKCMOCOMBI — OpPraHOWIBI, CITEIIUATIM3NPO-
BaHHBIE TSI Karabojau3Ma JUIUIOB, ITOPTOMY WX
MeMm6paHbl kKpome I'®DJI (25—-50%, mpeobGnamaioT
DX, DD, ®I'u ®U) comepxkaT 6GONBIIOE KOTUIECTBO
CBOOOMTHBIX XXUPHBIX KUCIOT (10 30—40%) [58]. Cuu-
TaeTcsl, 4YTO CaMM TJIMOKCUCOMBI (PochoUmuabl He
CUHTE3UpPYIOT, a mony4aior ux u3 DIIC [12, 58].

ToHomnact, Uy BakyoJisipHas MeMOpaHa, COCTOUT
n3 I'dJ (40—60%), cBobomHBIX cTeprHOB (5—20%),
CBsI3aHHBIX cTeprHOB (10—25%) 1 MMMKOCHUHTONIM-
munoB (10—20%) [27, 58, 62]. ®X (30—50%) u ®D
(24—50%) nomunupytot cpeayt ['DJI. TpeTbs 1o umc-
nenHoctu rpynma 'DJI npeacraBnena ®U (7—15%),
KOTOpPbIE Ype3BbIUaiiHO BaXKHBI JJ11 OMOreHe3a BaKy-
oJeii [62]. B cocTaBe TMIMIOB TOHOIIACTA Peobia-
nparoT octarku C16:0, C18:1 1 C18:2 >KMpHBIX KUCJIOT
[27]. B BakyonsspHOil MeMOpaHe OOHapy>KeHbI JIU-
MUI-0eIKOBbIe MUKPOIOMEeHHI (padThl), 00OralieéH-
HBIe cpmHTOIMIIMAAMY U cTeprnHamu [27]. UMenHoO B
9THX padrax MPEUMYIIECTBEHHO JIOKann3oBaHa H* -
AT®a3za V-turma [66]. Takke Kak U B IPYIUX BHYT-
peHHNX MeMOpaHaX, B TOHOILJIACTE IIPHCYTCTBYIOT
wractumabie [TJT (1-15%) [27, 58, 62].

IMnasmaTruueckass MeMOpaHa Takxke OTIMYaeTCs
pa3zHOOOpa3reM COCTaBIISIONINX e¢ IMnuaoB. HeoTs-
emiieMoit yeprtoit I1M pacTeHmit SBJIsieTCST HANOOJIb-
mee coaepxkaHue C(UHTOJUIIUAOB U CTEPUHOB IO
CpaBHEHUIO C BHYTPUKJIETOYHBIMM MeMOpaHaMHu, a
TakKe 3HadyMTeJIbHash BapuaOeIbHOCTh COOTHOIIIE-
Hus mexay ['DJI u gpyrumMmu MeMOpaHHBIMU JIAMU-
JJaMH1 B 3aBUCHMMOCTHU OT THUIIa KJIETOK, OPTaHHOM U
CUCTEeMATUYECKON mpuHamjiexxHoct [49, 57]. TDJI
coctaBigioT 30—50%, CDJI — 5—40% v cTepuHBI —
20—50% ot ob1ero myjia MeMopaHHbIX TunuaoB [IM
[49, 58]. Cpenu I'dDJI, kak 1 B Ipyrux MeMOpaHax,
npeoonagalor DX (25-45%), DD (30—40%).
OctanbHbie ['DJI ipencraBnensr PC (3—12%), OT
2—15%), PN (2—11%) n ®K (0—20%) [49, 58, 61].
IIM conpepxut makcumaiabHoe KonndecTBo PC cpe-
I MeMOpaH pacTUTEIbLHOM KJIETKA, OCOOEHHO Y JIy-
ka-tiopesti. Taxxke B IIM comepXuTcsd MHUHOpHAas
dpakuusa npousBogHbix @PU, nonndocdonHo3UTH-
Il W pochaTuanInHO3UTOII-(PochaThl, KOTOPbIE
Y4aCTBYIOT B TPAHCAYKIIMU CUTHAJIOB, OyIy4H IIpe-
ILIeCTBEHHUKaMU MHo3uToAdocdaTos [51]. B mias-
MajleMMe OETeKTHUPYeTCs HeOOJbIIOoe CcoaepKaHue
I'TJI mactun (0—2%) [58]. T'PJI IIM xiteTok mmobera
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npeuMyliectBeHHo amimpoBanbl C16:0, C18:2 u
C18:3 kucioraMu, HO TakKXKe B HHUX BCTpEUYalOTCS
OCTaTK! MOHO-, AVI- Y TPUEHOBBIX KUPHBIX KUCJIOT C
mmHoi umerm C20—C22 [49, 54]. B dochomummmax
IIM xiteTok KopHei npeobaagaoT ocratku C16:0 u
C18:2 kucnort [49], npuyeM coaepKaHUe HACBIIIEH-
HBIX allJIOB PaBHO WJIM BIBOE MEHbIIIE CONEPKAHUS
HEHAaCHILIEHHBIX U B KOPHSX, U B IMoberax. Becbma
nHTepecHo, yto MU, KaKk U GONBIIMHCTBO IPYTUX
I'®JI, srepuduLIMpoBaH IIPEUMYILECTBEHHO IT0JIME-
HOBBIMU XU PHBIMU KuciaotaMu (50—70%), a xXupHo-
KHUCJIOTHBIN cocTaB MoaudOCHONHOZUTUAOB OTIM-
yaeTcst 00JblIei HachleHHOCThIo (10—20%) [67].

CohuHroIUIIMael IUIa3MaJIeMMbl TIpeACTaBICHEL
IIMKO3WIMHO3UTOIGochouepamuaamu (25—30% ot
oO1iero ypoBHs aunuaoB I1M) u rioko3uiiepaMmu-
mamu (2—3%) [68]. Crepunsl [1M mipencraBiieHBl B
nepByio ouepenb cBoOomHbiMU dopMamu (70—80%
OT YPOBHSI CTepUHOB). 13 KOHBIOTMPOBAaHHBIX CTEPU-
HOB allWJICTEPWIIJIMKO3UIbI IpeodianaroT B IIM kie-
ToK Jiicta [49, 68]. UMeHHO C(PUHTOIMTIUABI 1 CTEPUHBI
IIM yyacTByIOT B (hOPMMPOBAHUU JIUMUI-OETKOBBIX
padToB. Ux conep:kanue B pactax nocturaet 70 u 20%,
COOTBETCTBEHHO, TOTIa KaK JOJISI IIIALEPOIUIINAOB He
npeBbiaeT 10%, a UX XKUPHOKUCITOTHBIA KOMITOHEHT
MpeAcTaBlICH IPEUMYILICCTBEHHO HAaCHIIEeHHBIMU
pagukaiamu [68]. OgHa MoJiekyJa COUHTOIUIIMIA
B3aUMOJICHICTBYET C TpeMsl MOJIEKYJIaMU CTUTMAacCTe-
puHa, (popMUPYS CTAOMIBHBIN KOMIUIEKC, KOTOPHIM
HCITONB3YeTC IS TTocTpoeHus padra [51].

CremyeT OTMETUTD €Ile OTHY OCOOEHHOCTb B Op-
ranuzanuu [IM — pa3nuuus B coCcTaBe BHEIIHETO U
BHYTpeHHeTo cjioeB. BHelrHuii cioit oboraiieH @X,
C®DJI u crepuHamu, a ®C, GU, Brinouas moaudoc-
dounozntnael, u AI'JII Bcrpeuatorest B [IM TonbpKo
BO BHYTpeHHeM ciioe [60, 68]. AcummMmeTpust MeMGpa-
HBI CBOIICTBEHHA HE TOJIBKO ILIa3MajleMMe, HO 1 all-
napaty lonpmxu, a B DIIC oHa He oOHapyxXeHa.
ITpyyrHEI BOBHMKHOBEHMS TAKOI'O HEPAaBEHCTBA I10-
Ka He BhIsSICHEeHBI. MI3ydeHue 3Toro mpoiiecca BO MHO-
TOM OCJIOXKHEHO BBICOKOM CKOPOCTBHIO (hIIUII-(I0
rnepeMelleHus JIUMTMA0B B MeMOpane [69]. OgHa us3
0COOEHHOCTEI IUTOILUIa3MaTUYEeCKOro (BHYTpEHHE-
ro) cios IIM cocTouT B ee HEraTUBHOM 3apsiae (CM.
[51]). OTpuuiatenbHO 3apsizkeHHbIE (OCHOTUIUAEI, B
MEPBYIO odepenb IMoIUMOCcHOMHO3UTULBI, CO3TAI0T
3JIEKTPUYECKUM IpagUeHT, KOTOPbIii MOXKET HaIlpaB-
JISITh TIPOLIECCHl SHAOLUTO3a. DJIEKTPOCTaTUUYECKUE
CBOIICTBa IPUOOPETAIOT CUTHAIBbHYIO (DYHKIINIO, T.K.
MOTYT OIIPEIENsATh IOJISIDHOCTh PaCIOJIOXKEHUS B
IU1a3MajieMMe 11eJIOro psiia 0eJIKOB, HallpuMep, pery-
JISITOpa IOJISIPHOTO TpaHCIIopTa (PUTOTOPMOHA ayK-
cuHa (PINOID), GeKoBbIX KOMIIOHEHTOB pelieNTopa
OapaccuHocTepounoB U ap. Hanuuue oTpunaresib-
HOTO 3apsiaa u rpanueHT pH Mexny ciosiMu 1mia3ma-
JIEMMBI MOTYT MUTpaTh POJIb U B (DOPMHUPOBAHNM 0COOO
OpraHu30BaHHBIX TOMEHOB — padToB. PadThl Takke
YCTpOeHBI acuMMeTpuyHO. HapyxHblii citoii padra
oboraliieH cTepruHaMU U TITUKO3MIMHO3UTOIdocHo-
®UBNOJIOTUS PACTEHUN Ne 5
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HepaMUIaMU C JJIMHHBIMU TPU- TeNTATIMKO3UIHBIMU
roJIOBaMM, a BHYTPEHHUI comepXuT OoJibire 'DJI,
BKJII0Yasi OCHOBHYIO Maccy IoJndochOMHO3UTUIOB
1M [37, 68].

HMHuTepecHble pe3yabTaThl ITOJIy4eHBI IIPU H3yde-
HUU JANIMOOMAa KJIETOYHOM MeMOpaHBl B 0OOJacTH
rwtasmagecM [70]. TIM 1uta3manecMbl Obula odoraiie-
Ha cTepyHaMM U COUHTOIMIIMAAMU C IUIMHHOLETIO-
YeYyHBIMU XKUPHBIMU KucaoTaMu, a [ DJI u3 31oit MeM-
OpaHbI OBLUIM ALIJIMPOBAHbI MEHEE HEHACHIIIICHHBIMU,
yeM B ocTajabHOM 1M, KMpHOKMCIIOTHBIMU pagyKa-
namu. Takum oO6pa3oM, COCTaB KJIECTOYHON MeMOpaHbI
MJ1a3MageCMbl CXOJEH MO CBOEMY COCTaBY C JIMIU/I-
HBIM paTOM.

ITokazaHo, 4TO JUNUALI B MeMOpaHax MOTYT Cy-
IIECTBOBAaTh B pPa3IMYHBIX (DA30BBIX COCTOSIHMSIX,
KOTOpBbIE 3aBUCSIT OT CTPYKTYPbl CaMOI0 JUMNUAA U
OT OKpYXeHUs1. JIMnnaoMHble UCCIIeIOBaHMSsI, IIPO-
BeIEeHHBbIE Ha DYKapUOTUYECKUX KIIETKAX KMBOTHBIX
CBUCTEJILCTBYIOT, UYTO JIUITUIA-IUIIMAHBIC W JIUIIWI-
0eJIKOBbIE B3aUMOJICHAICTBUS UTPAIOT OTPOMHYIO POJIb
B oIpeaeieHuH (PyHKIIMOHATbHON aKTUBHOCTA MEM-
OpaH, ONpenessIIoT aKTMBHOCTh aCCOLMMPOBAHHBIX
depMeHTOB U TpaHCcIIOpTepoB. Pa3oBoe COCTOSTHUE
JIMIIMIOB MOXET ONpelesisaTh JaTepalibHyl0 IeTepo-
T€HHOCTb MEMOPAHHBIX CJI0€B. JIMITU-TUIUIHOE B3a-
nMojeicTBre (pochOIMIMIOB U CTEPUHOB SIBJISIETCSI
OCHOBOI 0Opa3zoBaHUs padTOB, KOTOPbIE M3HAYATIEHO
OBUIM aCCOLIMMPOBAaHBI C KOTPAHCIIOPTOM MEMOpPaHHBIX
0eJTKOB 1 C(OUHTOJTUTTUIOB U3 TPaHC-IOMEHOB alliapara
TNonpmxu K 1rasmanemMme [69]. JIunuoHbId cocTaB
padToB ompenensgercsa yxe B armrapare Ioabmxu.
Tam ke B 3TOT JIMIIUIHbBIIA JOMEH BCTPauBaIOTCS CO-
oTBeTcTBYIOIIEe Oeiiku. I'mmpodoOHBIE B3amMomeii-
CTBUSI MEXIY JIUTIMIAMU 1 COOTBETCTBYIOIIMMU JIOME-
HaMM OEJIKOB pacCMaTpMBAlOTCSI B Ka4eCTBE IJIaBHOM
“mBYOKYIIEil” CHIbI CAMOOPTraHM3alMK 3TUX JOMEHOB.
JaHHbIEe OCAETHNX UCCIEAOBAaHMM MOKAa3hIBAIOT, YTO
KOH(MOPMAaLIMOHHbIE U3MEHECHMS TPaHCMEeMOpPaHHBIX
0elKoB (CTpyKTypa TpaHCMEMOpaHHBIX HOOMECHOB,
IUIMHA U (DOJIMHT LIMTOIJIa3MaTUIEeCKUX JOMEHOB)
MMEIOT 3HaUeHME I ITOCIeAyIONeil opraHnu3anun
padTa 1 ero DOCTaBKU K Iuta3MaieMMe. TeM caMbIM,
B cocTaBe PochOTUITMIHOTrO MaTpruKca (GOpPMUPYIOTCS
(GyHKIIMOHAIbHbIE TOMEHbI. IS M3ydeHUs cocTaBa
PpadTOB UCITOIL3YIOT Pa3IMYHbIE IETEPIeHTHI, TIO3TOMY
padThl ellle Ha3bIBAaIOT IEeTePreHT-YCTOMUYMBBIMU 10-
MeHamu. Pa3mepnl padTOB Takke B 3HAYMTEIIbHOM
CTEIIEHU BapbUpPYIOT (OT MUKPO- 10 HAHOMETPOBOTO
JIuara3oHa), 4YTO yAajaoCh MOKa3aTh C IPUMEHEHUEM
MUKPOCKOITUU BHICOKOM CTEITeHM paspelleHus [69].
JocTtaTo4yHO MOITOE BpeMsl CUMTAIOCh, YTO UMEHHO
JIATIMIBI SIBISIOTCS padTooOpa3yroninM KOMITOHEH-
ToM. OIHAKO MOCJIEAHME NAaHHBIE YKa3bIBalOT, YTO
pOJIb OEIKOB, BXOASIIINX B COCTaB padpToOB, HE CTOJIb
naccuBHa. Hampumep, ToniuHa JUIIMAHOTO CJIOS
MOXKET OIPeNensiTbCs JTUHON ruapodoOHOro JoMeHa
oenka. Kpome Toro, yBeandeHUe 4YKcia TPaHCMEM-
OpaHHBIX OEJIKOBBIX TOMEHOB IIPUBOAUT K yBEJIMYE-
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HUIO CPOJCTBA CTEPUHOB K JaHHOMY y4acTKy pocho-
JqunuaHoro owucnosi. IlokaszaHo, YTO CYLIECTBYIOT
MapkepHble mis1 padToB Oenku. IlpmMmepom Takmx
oenkoB sBisitoTcs peMopuHbl (REM) [71]. OHu Ko-
JIUPYIOTCS MYJIBTUTEHHBIM CeMeiICTBOM, COCTOSIIIIUM
W3 IIEeCTU TpyIIl. 3HadeHue OCEJIKOB 3TOM TPYITITHI
MHoroo6pasHo. OueBuaHo, 4To REM y4yacTByIOT BO
B3aMMOJIEHICTBUM (DUTOTOPMOHOB, B Pa3BUTUU KIIy-
OCHBKOB, 3aMEVICHUN Pa3BUTUS TTATOTeHHON MHMEK-
1y, (OpMUPOBAHUM TUIa3ManecM U T.1. B KoHTekcTe
JTaHHOTO 0030pa Hac OyIeT MHTEepeCcOBaTh IPyIINa OgHa
REM, B cocTaBe KOTOpOI MMEETCSI TOMEH, ITOIYIMB-
mmii Ha3BaHue REM-CA (REM C-terminal Anchor).
Hcrionb3oBaHUE MYTAaHTOB IO 3TOMY O€JIKY IT03BO-
JIMJIO TOKa3aTh €ro HeoOXOANMMOCTh B OpraHM3alluM
padToB (HaHOHZOMEHOB pazmepoM 100 HM) B cocTaBe
IUIa3MajleMMEBl KJIETOK JIUCTheB Tabaka. [IpomeMoH-
ctpupoBaHo, YTo REM-CA obecrieunBaeT accolima-
muio OejKa ¢ BHYTPEHHMM CJIOEM ILIa3MaJIeMMEL.
ITokazano nsamenenne Kondpopmauum REM-CA no-
MEHa B MMPUCYTCTBUM CTEPUHOB 1 (pochaTuanimHo-
sutoii-4-pocparop (PUD). INpenmonaraercss, 4ToO
HaJuuyue BBICOKOHACHIIIEHHBIX allMJIbHBIX TPYMIl B
coctaBe mocienHux (30—60%) oGecrneumBaeT IIpe-
MMYILIECTBEHHOE B3aMMOJECICTBUE CO CTEpUHAMU, a,
clIeoBaTeIbHO, pacCMaTPUBACTCS B KaUyeCTBE “IBU-
XKy1Iei cniabl” 00pa3oBaHUS HAHOJOMEHOB BO BHYT-
PEHHEM cJIoe TUTa3MajieMMBbI [71].

IlpencraBiaeHHbIE NaHHBIE CBUIETEIbCTBYIOT O
OOJIBIIIOM Pa3HOOOPA3UHU JIMITUAOB B COCTaBE MEM-
OpaH »BYKapUOTHYECKMX PACTUTEIbHBIX KIIETOK,
obecrneuynBarOIMMMCsT paboToit hepMeHTOB, B KOIH-
pOBaHUM KOTOPBIX 3a/IeiiCTBOBAHO He MeHee 5% re-
HowMma [72].

INHAMWYECKHWE USMEHEHUA
B NTPOTEOMHBIX 1 JIMTTUAOMHBIX
MMPODUIIAX

I[IpuBeneHHBIC BHIIIE JaHHBIE OMHO3HAYHO CBU-
JIeTeJILCTBYIOT O IIIMPOKOM Pa3HOOOpa3nuu 6EJIKOBOTO
W JIMIIMIHOTO COCTaBa MeMOpaH pacTUTEIbHOM KJIeT-
K. OOILIEHIPUHSITHIM SIBISICTCS 3aKJIIOYEHUE O TOM,
YTO 3TH Pa3Id4dMs OIPENeNsTIOT CTPYKTYpYy M, IJIaB-
Hoe, GYHKIINIO KaxK 0 N3 KIeTOYHBIX MeMOpaH. Psin
JaHHBIX YKa3bIBaeT Ha TO, YTO MEMOpaHbI KJIETOK SIB-
JISIIOTCSI OY€Hb TMHAMUYHBIMU CTPYKTYypamu. B cBsi3u ¢
3TUM, OCOOBI MHTEPEC MPEACTABIISIIOT aHAJIU3 U3Me-
HEHUS OSJTKOBBIX U JIMITMIHBIX IIPOPMITeit MEMOpaHHBIX
OpPraHOMAOB IIPU NEHMCTBMU Pa3JIMYHBIX CTPECCOBBIX
¢akTOpOB WK B IIpoliecce pa3BuTusi. OCTaHOBUMCS Ha
W3MEHEHUSIX, IPOUCXOMSIINX B OTHOMEMOPAHHBIX Op-
raHomaax, CBeAeHMUsS O KOTOPHIX HEMHOTOUYNCIICHHBI
U HEe CUCTeMaTU3UPOBaHBbI.
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M3MEHEHHME ITPOTEOMOB MEMBPAH
IMPU AEMCTBUUN CTPECCOBBIX ®AKTOPOB
N B XOIE PA3BUTHA

PaccMoTpuM uccienoBaHusl TIOCIEOHUX JIET, B
KOTOPBIX YOeOUTEIbHO IOKa3aHbl M3MEHEHUS, Je-
TeKTUpYEeMbIe B OEIKOBBIX IMTPOMUIISIX NPU AeCTBUU
TaKMX aOMOTUMYECKMX CTPECCOBBIX (PAaKTOPOB, KakK
MOBBILIIEHNE KOHLIEHTPALMU COJIeii, B TOM YMCJIC TSI-
KeJIbIX METaJNIOB, CHUXXKEHUEe WHTEHCUBHOCTH BOJ-
HOTO peX1Ma, MOBBIIIEHNE U TOHIDKeHUEe TeMIIepa-
Typbl 1 aAp. COBUTM B cOCTaBe IIPOTeoMa MeMOpaH
OBLIIU YCTAHOBJICHBI U TIPU B3aUMOACHCTBUH BBICIITNX
pacTeHuii ¢ CUMOMOTMYECKMMHU M ITaTOTeHHBIMU
MUKpoopraHuzmamu. Yaiie Bcero 1aHHbIe UCCIIEIO-
BaHUs ObLIU c(pOKycHUpoBaHbI Ha aHanu3e [1M pac-
TUTEJIbHBIX KJIETOK.

AbddekT 3aconeHN HA paCTeHUS pyca TPUBOINIT
K MTOSIBJICHUIO B cOCTaBe Tu1a3MasieMMel 8 [73] wnu 18
0enkoB [74], YTO CBUAETEIBCTBYET O MPOTEKAHUU
CTpecC-MHAYLMPYyeMbIX M3MeHeHuli. B Gojee mo3m-
HEM HcclenoBaHuU, npoBeadeHHOM Ha IIM kiieTok
KOpHEl OBca IBYX COPTOB, pa3IMYalONIUXCS IIO
YCTOMUYMBOCTH K 3aCOJICHUIO, OBbLIO IMIOKA3aHO, YTO B
0eNKOBBIX MPOPUIISX MIa3MajleMMbl ObLIIO MIEHTU-
duuupoBaHo 479 6enkos [75]. st 438 13 HUX ObLIO
MpencKa3aHo HaJIMuue OJHOTO WU OoJiee TpaHC-
MeMOpaHHBIX JOMEHOB. IIpenrnojgoXuTeJbHO 3THU
OCJIKI MOIJIM YJ4aCTBOBAaTh B BBITIOJTHEHUM CJICAYIOIIIX
GYHKIIMI: IEPBUYHBIN 1 BTOPUIHBIN METa0OJIM3M,
DHEpreTUYECKUit OOMEeH, TpaHCMEeMOpaHHBIN U BE3U-
KYJISIDHBIA TPaHCIOPT, CTPYKTYpPHBIE, 3alllUTHBIC,
curHajbHbIe U 1p. [Tocnenyoommii aHaMM3 O3B0
BBISIBUTD, UTO coAepkaHue 182 OeJIKOB 3HAYNUTEIIHHO
M3MEHSIOCh, 1, HA OCHOBAaHMHU XapaKTepa 3TUX U3-
MEHEHMIi, ObLIO BBIIEJIEHO MSTh KiacTtepoB. Hau-
OOJIBIINIA MHTEPEC BbI3BAJ IISTHIN KjaacTep, HACUU-
ThIBaIOIIME 24 Oejika, OTJIMYABIIUXCS HamboJjee
CWJIBHBIM CTpeCC-MHAYLHUPYEMBIM HAaKOIUICHUEM Y
0oJiee YCTOMYMBOIO K 3acojieHuto coprta. MyHKIIMO-
HaJIbHO 3TH O€JIKI MOTYT BBIIOJIHSITh META0OIMYECKYIO,
SHEPreTUYECKYI0, 3allacalolnlyl0 W TPAaHCHOPTHYIO
dynkumu. Tpem 6ejikaMm 3TO rpyIIbl, OTBEYAIOIIM 3a
CBSI3BIBAHME CTEPUHOB WU CUHTE3 (POCHOIUIIIOB,
OBLIO yIIeJIeHO 0c000e BHUMaHNe. ABTOPHI JOKA3aIn
y4acTHue 3TUX OCJIKOB B PETYJISILIMU Pa3BUTHSI KOPHS U
MOBBIIIEHNN YCTOMYMBOCTH TP ICHUCTBUM 3aCOICHUSI.

Psn uameHeHuii B 6ekoBoM npoduie [TM ObL1
OTMEYEH IIpU ACUCTBUU ITOHVXKEHHBIX TeMIIepaTyp
(cM. 0030p [76]). B akcnepuMeHTax ¢ pacTeHUSIMU
apabugoricrca ObLIO BhISIBJIeHO 38 0€J1KOB, BKJIIoUast
Oenku “paHHero” orBera Ha aerunpuposanue (ERD10
u ERD14) u pacturenbHbiil cuHanrotarmMus 1 (SYT1),
MPEATONOKUTEILHO YYaCTBYIOLIMNI B perapaiiud MeM-
GpaHBbI TIOCTIE XOJIOAOBOro MoBpexkaeHus . OmpenesieH-
Hble UBMEHEHMSI, BBI3BAHHBIC TIOHIKEHUEM TeMIIepa-
TYpbI, ObLIM MOKAa3aHbl U B COCTaBE MUKPOJIOMEHOB
IUIa3MajieMMbl. DTU U3MEHEHUS 3aTparuBaiu P-tun
AT®a3, akBanmopuHbl, TyOYJIMHBI U OEJIKM, CBSI3aH-
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HBIE C KITaTPUH-3aBUCUMBIM SHIOILINTO30M. [Tocen-
Hee MOXKET CBUIETEIBCTBOBATh 00 aKTUBHBIX “‘3aMe-
Hax” B COCTaBe IUIa3MaJIEMMBI.

Oco00oro BHUMaHMUs 3acCly>kKMBaeT MCCIeqOBaHUE
JIUHAMUWYECKUX M3MEHEHUM, MPOUCXOAIINX B Oe-
KOBBIX Ipomisix ITM KiIeToK JT1MCTheB apabraoIICcca,
BBI3BaHHBIX HE TOJBKO KPAaTKOCPOUHBIM 3aMOpaXKH-
BaHueM (—2°C) mociie pa3JIMYHOI MO JIUTETbHOCTU
aKKJIMMAlIMK, HO U ITOCIEAYIOIIM BO3BpallleHUEeM K
HUCXOOHBIM TeMIepaTypHbIM ycioBusiM (23°C — ne-
akkiauMmauus) [77]. O6paboTka HU3KUMU TeMIlepa-
TypaMHM OpHMBOAMIA K HakoruieHuio 90 6elKoB u
yMeHbIIeHnIo 200 GEJIKOB B COCTaBe IJIa3MaJIeMMBI.
ITocnenHee COOTBETCTBYET OOILEMY CHIKEHUIO PO-
CTOBOI1 1 MEeTabOJINMYECKOM aKTUBHOCTHU KJIETOK IIpU
MMOHIDKEHUY TeMIIepaTyphl. B uncie ctpecc-uHIyLu-
POBaHHBIX OEJKOB BBIACISIM TPU (PYHKIIMOHAIBHO
3HAYMMBbIe TPYIIIbL: TPAHCIIOPTEPHhI, OEIKA MeTabo-
JIn3Ma U OeJIKU, CBSI3aHHBIE C ITOIIePXKaHUEM CTPYK-
Typbl. OcTajibHbIe ObUIM OTHECEHBI K YETBEPTOIi He-
naeHTUuguIMpoBaHHoii rpymnmne. CiaeayeT 3aMeTUTh,
YTO MaKCHUMaJIbHBIe M3MEHEHMS OCJIKOBBIX ITPOPU-
Jieli TOCTUTAIMCh 32 pa3Hble BpeMEHHbIE MHTEPBAJIbI
OT HavaJla aKKJIMMaluu, 9YTO CBUIETEIHLCTBOBAIO O
CJIOXKHBIX ITYTSIX JOCTYDKEHUS amarTaliii K XOJI0d0-
BOMy cTpeccy. BbI10 mokazaHo, 4To abCOJIIOTHOE
OOJIBIIMHCTBO TMHAMMYECKA M3MEHSIIOIIMNXCS Oell-
KOB BO3BpalllaJioCh K UICXOTHOMY YPOBHIO B XOJI€ 1€~
aKKJIMMAalIUH.

Eme ongux moBpexnmaiomniuii (pakKTop — 3TO 3aTOM-
JIeHUe, TIpPUBOIsIIIee K UBMEHEHUIO Fa30BOr0 COCTaBa
Cpenbl, a IMIaBHOE — K CHYDKEHMIO TOCTYITHOCTHU KMC-
JIopoja IJIst KOpHeBoM cucTteMbl. Ha mpopocTkax coun
aHaJIn3 IIPOTEOMOB CYOKJIETOUHBIX MeMOpaH BBISIBUJ
OeJIKM, YMUCJIO KOTOPHBIX MEHSIETCS IpU HEAOCTATKe
kuciaopona [78]. Ormeuasgs BaXHOCTH ILIa3MaTHde-
CKOIf MEMOpaHBbI B afiariTaliiy pacTeHUI K HeloCTaT-
Ky KHCJIOpOJIa, €€ y4acTusl B PeryJIsiiMU LIUTOILIAa3-
matuueckoro pH u yposHst Ca’?", a Takke TECHYIO
CBSI3b C IIPOLIECCaMU, IIPOUCXOISIIIMU B KIIETOYHOM
CTeHKe, IPOBEAEHHOE HCCJIEIOBAHUE BHISIBUJIO POJIb
M3MEHEHUS TAKMX OEJIKOB, KaK aKBallOPUHEI, OCJIKU
TeruIoBoro 1roka 70, psa 6eJIKOB MIOHHOTO TOMEOCTa-
3a U CUTHAJIbHBIX CUCTEM. ABTOPHI IPUBEIU TIPUMED
W3MEHEHUIT, IPOUCXOAUBIINX C IIPOTECTUPOBAHHBI-
mu 117 unm 212 6enkamu (B 3aBUCUMOCTH OT CIIOCO0a
BBIZICJICHUSI) MeMOpaH 3HIOIJIa3MaTUUECKOM CETH.
BrU10 BBICKa3aHO IIPEAITOJIOXKEHUE O TOM, UTO 3aTOII-
JIEHVE IPEUMYIIECTBEHHO PeTyIMPYeT CUHTE3 U TJIN-
ko3mnpoBanue 6enkoB DIIC KiIeToK KOpHEil cou.
OIHaKO 3TU JaHHBIC, ITO-BUIMMOMY, TPEOYIOT Hajlb-
Helero aHaiau3za [78].

Hapsiny c abrnotnyeckumu pakTopamMu Ha O€JIKO-
BbIli MPODUIIb KIETOUHBIX MEMOpaH MOTYT OKa3bl-
BaTh BIIMSIHME 1 OMoTWdeckue BosaeiicTtBus. Hampu-
Mep, P Pa3BUTUU 3apakeHUsl, BBI3BAHHOTO (hUTOMa-
TOTeHHBIM IpuboM Alfernaria alternate, B TIpoTeoMe
IU1a3MajieMMbl MSIThl HaOJII0JaTMCh U3MEHEHUS B CO-
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nepxxaann 21 6enka. OHM OBIIM TOApa3aciieHbl Ha
(YHKIIMOHAIbHBIE TPYIIIbLI: OEJIKM, YJYaCTBYIOIIVE B
3aIIUTHHIX peaKIUIX, ACCOLMUPOBAHHBIC C YIJIEBO/ -
HBIM 1 SHEPreTUIECKMM OOMEHOM, a TaKxKe obecrie-
YUBaOIIe TPAHCIIOPTHBIE IIPOLIECCHI [46].

IMoxanyit, camoe MaciTabHoe UCCIeIoBaHUE TU-
HaMMYeCKUX U3MEHEHMUI1, JIeXKallX B OCHOBE (DUTO-
MUMMYHUTETA, OBUIO IIPOBEACHO Ha Iia3MaleMMe
KJIeTOoK apaounoricuca [79]. Bcero 0bU10 naeHTUDM-
nuposaHo 2300 6enkoB. IIpoBeaeHHBIN aHAIU3 MO-
Kaszas, 4To 20% O6eNKOB, aKKyMYJIUPYIOIIUXCS TPU
aktuBaumu peuentopa RPS2 pactutenbHo-0akTepH-
aJIbHOTO B3alMOJEHCTBUSI, BKJIIOYAJIM B cebs Oeaku
IJIa3MaJIeMMBbI, YJACTBYIOIIME B KAJTLLIMEBOM U JINIWI-
HOM CUTHaJIMHIEe, MeMOpaHHOM TpaHCIIOpTe, Tep-
BUYHOM U BTOPUYHOM METa00JIM3Me, BE3UKYISIPHOM
TpaHCIIOpTEe, peIOKC-roMeocTase, hocdopuiimpona-
Huu u 1p. [79].

He meHee 3HauuMble M3MEHEHUS BBISIBIEHBI U
IPU B3aUMOJIEUCTBUM JIIOLIEPHBI YCEUYEHHOMN U IpU-
6oM apOycKyasspHOii MuKopusbl. HemaBHO OBLIO
MPOBEAEHO MEPBOE KPYMHOE CpaBHEHUE OEIKOBBIX
npoduiieil Tia3MaieMMbl KJIETOK KOPHEN MUKOPH-
30BaHHBIX 1 HEMUKOPU30BaHHLIX pacteHuii [80]. B
XOJIe MUKOPU3AIINU BBISIBJIEHO TUHAMUYECKOE U3ME-
HeHue conepkaHus 82 6eyikoB. TpeTh 3TUX OEJIKOB
OblIa accolMMpOBaHa C JETEPreHT-YCTOMYMBLIMU
MUKPOIOMEHAMU TUTa3MaieMMbl. DYHKIIMOHAJIBHO
PSII 3TUX OEJIKOB CBSI3aH C YTJIEBOAHBIM U JIUTTUAHBIM
OOMEHOM, a TaKXe yJyacTBYeT B peau3allud OOMeH-
HBIX TPOILIECCOB MEXIY PacTeHUEM-XO3SIMHOM U
CUMOMOTUYECKIM MUKOPU3HBIM IPUOOM.

XOpoI11I0 U3BECTHO, UYTO OOOOBEIE paCTCHUS BCTY -
MalOT B TECHbIE CUMOMOTUYECKIE OTHOILIEHUS C a30-
TO(UKCUPYIOIIMI OAKTEpUSIMHU. AHAIN3 U3MEHEHMIA
B OCJIKOBBIX MPOMMIISX MIa3MaaeMMbl ObLIIN TTPOBE-
JIIeHbl Ha MOJENbHOM pacTeHuu — Lotus japonicus
[81]. AHamm3 nepmbakTeponaHON MeMOpaHbI MOKa-
3ajl Haauuue 94 maeHTUhUIIMPOBaHHBIX 6eakoB. K
MX YKCJTy OTHOCUTCS OOJIbIIAsl IpyIna TPaHCIIOPTe-
pPOB caxapoB, MENTUIOB, CEPhl U ApP., aKBAIIOPUHHI,
HECKOJIBKO peLIeITOP-TIONO0HBIX KUHA3, PsiJ OCIKOB,
YYacTBYIOIIMX B 3alIMTHBIX peakuusx u ap. Ilomy-
YyeHHbIE JaHHBIE CBUIETEILCTBYIOT 00 U3MEHe-
HUM/YCUJIECHUM OOMEHHBIX M CUTHAJIbHBIX ITPOIIECCOB
rpy GOPMUPOBAHNHU a30TO(PUKCUPYIOIIETO CUMOMO03a,
YTO OTpaXKaeTcs B IMHAMWYECKUX U3MEHEHUSIX Oell-
KOBBIX Tpoduieii mepndakTeponITHON MeMOpaHHI.

PaccMoTpuM Tenephb, 4TO M3BECTHO 00 M3MEHEHUN
mpoTreoMa MeMOpaH B xoje pa3Butus. K coxaaeHuIo,
HCCIIEAOBAHMS B 3TOM 00JaCTH OYeHb MAJIOUKCIIEHHBL.
HeoThemaeMbIM 3TanioM >XKU3HEHHOTO IUKJa 0O0JIb-
IIMHCTBA PACTUTEIIbHBIX KJICTOK SIBJISIETCS YHUKAJIb-
HBII mpoliecc pocTa pacTszkeHneM. Ero MoxxHo pac-
cMaTpuBaTh Kak 3Tan auddepeHInannm KIeToK, B
XO0Jie KOTOPOI'o JUIMHA KJISTKM YBEJIUYMBACTCS MHO-
TOKPaTHO. Y BBICIIMX PAaCTeHUI IJIMHA KJIIETOK KO-
neosercsa B cpenHeM Mexmy 10 m 100 MxM, ogHaKO
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MOXKET JOCTUTATh M HECKOJIBKIX CAHTUMETPOB. OmHIM
13 KJIACCMYECKUX MOJIEJIbHBIX OOBEKTOB H3yUEeHMUS
pOCTa pacTsSKEHUEM SIBIISIIOTCSI KOJICOIITUIIM 3J1aKO-
BbIX. B CBsI3M ¢ 3TUM OOJIBIIIOI MHTEPEC MPEICTABISIET
co00ii CpaBHUTEIbHOE MCCIEIOBAaHUE MUKPOCO-
MaJIbHOTO U LIMTOIIa3MaTUYECKOTO IIPOTEOMOB KJIe-
TOK Koyieontmiieii pxm [82]. Pabora mpoBeneHa Ha
TPETbU CYTKU Pa3BUTHsI, KOTJa KOJICOIITUIM MHTEH-
CUBHO pPOCJIM, U Ha YETBEpPThie CYTKM, KOrja KO-
JICONTWJIb IIPOPBIBAJICSI HACTOSIIMM JIMCTOM M €ro
poct pe3ko (Ha 70%) ocranaBnuBaiicsi. benku paznensi-
JI1 METOIOM IBYMEpHOro auddepeHIalIbHOIO Tejlb
anekpodopesa (2-D DIGE) ¢ mocnenyromeit nmeH-
TU(dUKaLME cocTaBa U3MEHSIIOIMXCS MSTEH C TTOMO-
b0 0OpaIIeHHO-(Aa30BOM XMIKOCTHOI XpoMaTorpa-
¢um, CONpsDKEHHOM C TAaHIEMHOM MacC-CIIEKTPOMET-
pueit (LC-MS/MS). Hucio 6eJIKOB MUKPOCOMAILHOM
dpakM pe3Ko CHUKAJIOCh IIPU yTpaTe CIIOCOOHO-
ctu K pocty. OTCYTCTBHME COOTBETCTBYIOIIEil 0a3bl
JMaHHBIX [JIs1 OEJIKOB paCTeHUM pPXKU TTO3BOJIUIO
UICHTU(PULIMPOBATh TOJBKO BOCEMb IMHAMUYCCKU
W3MEHSIOINXCS O€IKOB, B YMCJIO KOTOPBIX Bounia E
cyobpeqnHMLAa BakyoasapHoil HY-ATdaswbl.

Eme ooy MomenbHBIN opraH IS M3y4eHUsI PO-
CTOBBIX IIPOIIECCOB — KOPEHb. XOPOIIO M3BECTHO,
YTO B KOPHSIX MOXKHO BBISIBUTh HECKOJIBKO 30H, OTJIH -
YaIOIIUXCS 110 CBOUM (PYHKIIMSIM M CIIOCOOHOCTH K
pocTy. 30Ha pacTSLKeHUST TIEPBUYHBIX KOPHEI Ipo-
POCTKOB KYKYPY3bl MOCTYKWIa MOJEJbIO IJIsI UCCIIe-
JIOBaHMWI MIpoTeoMa KJIETOYHOM cTeHKM [83, 84| m
MUKPOCOMAaJTbHON PpaKIIi, 00OTaIeHHOM I1a3Ma-
JemMmoii [85] B mpoliecce pocTa. beuln UCIIOIB30BaHbI
YeThIpe 30HbI KOpHEH, BKIIOYasi 30Hy MHTEHCHBHOIO
pocTa, IpuMBIKaIonIyo kK Mepucteme [85]. Iepen macc-
CHEKTPOMETPUUECKUM KCCAeI0BaHUEM OEJIKU MOTy-
yeHHo#1 ¢ppakumum paszmensuii Ha SDS-PAGE ¢ no-
cleaylomyM (hepMEHTAaTUBHBIM pacllIeIVICHUEM UX 10
MenTuaoB B rejie. KonmuecTBEHHYIO OLIEHKY UBMEHEe-
HUSI OEJIKOBOIO COCTaBa IIPOBOIWIN II0 pe3yJibTaTaM
macc-crnekrpomerpuu (LC-MS/MS). s Oosblieit
YaCTH MPOaHATN3UPOBAHHBIX 6eIKOB, 83% (574 Genka),
KOJIMYECTBEHHbBIX Pa3IUUUil MEXIY MCCAeIOBaHHBIMU
30HAMU BBISIBJICHO He ObLIO0. /11 OCcTadbHBIX OCIKOB
ObLIIO OTMEUYEHO HEeJIMHEWHOe M3MEHEHUE, KOTOpoe
MOIJIO BKJIIOUATh B ce0s1 1 MOJIHOE OTCYTCTBHE OeIKa
B TOM WM WHOM HCCJIemoBaHHOI 30He. B kauecTBe
npuMmepa OeJIKOB, TOC/IeI0BaTeIbHO YBEJIUYMBAIO-
III1X CBOE IIPUCYTCTBHE BO (DPaKIIUSIX C yIaJIeHUEM OT
KOHYMKA KOPHSI, MOXHO IIPHUBECTU 1IEJLIIOJIO30CHH-
Ta3y U aKBallOpUHBI. BbUIO YCTaHOBJIEHO, YTO 30HA
paCTSDKeHUS XapaKTepu30BajlaCh HAauOOIbIIIM YHC-
JIOM “YHUMKaJIbHBIX” OEJIKOB, KOTOpPEIE HE BCTpeya-
JINCH B APYTHX 30HaX KOpH. Yncino ux nocturaio 36.
K coxanenuro, nageHTUGUIUPOBATh OCJIKM, MMEIO-
e 0oJjiee CIOXHYIO TMHAMUKY, HE MPEACTaBIIOCh
BO3MOXHBIM B CBSI3U C OTCYTCTBUEM CEKBEHUPOBaH-
HOT'0 TeHOMa KYKYPY3bl.

P ACCMOTPUM PEIYJIbTATHI €1IC OAHOI0 YHMKAJIbHOI'O
nCCICa0BaHuA, IMPOBECACHHOIO Ha KJIETKaxX CYCIICH3M-
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OHHOM KyJIBTYpbl apabunoricuca 187 [86]. ABTOpBI
BIIEpBbIEe aHAJIM3UPOBAIN U3MEHEHUsI TIpOTeoMa T1j1a3-
MaJIeMMBEI KJIETOK Ha pa3HbIX CTaausx pa3Butus (lag,
log n cranmmoHapHOii (hazax) CyCIIeH3MOHHOM KYJIb-
TYpbl U BBISIBWJIM Pa3IMUHYIO0 TUHAMUKY OEIKOBBIX
npoduiaeil Impu OeACTBUM CTpPeccoBOro @akropa.
IMToxazano, uTo comepkaHue 392 0eJIKOB U3MEHSIIIOCH
B IJIa3MaJieMMe KJIeTOK BO BpeMsl pocta. OHU OBIITH
pa3zaesieHbl Ha pa3IndHble (DYHKIIMOHAIBHEIC TPYIIIIhI,
YTO CBUETEJILCTBYET 00 M3MEHEHUSX (PU3HOIOTHIYe-
ckoit aktuBHOCTH IIM B 3aBUCMMOCTH OT (ha3bl pocTa.
Tak, psin akBariopuHoB (PIP2-1 u PIP2-5) HakaruiBa-
JICh TIPY TepexoAe OT JIOTapu(MUIECKOI K CTallo-
HapHol ¢a3e. CxomHas fMHaAMMKa Oblla yCTaHOBJIEHA
IS wectu npeacraButeeirt PHT1 — Beicokocmenu-
$uuHBIX PocdaTHBIX TPAHCIIOPTEPOB TUIa3MaJIEMMEL.
PaszHoHamnpaB/ieHHBIMU ObLUIM TPEHIbl M3MEHEHMUS
cocroguusa P-tuna H-AT®as3 1, 2, 3, 6 u 7, HO He
VHA-A B xone pa3BUTHSI CYCIIEH3UOHHOU KYJIbTYPHI.
OtMmeueHO, 4TO U3 IpencraButeieit ABC-nepeHoc-
YMKOB COAEpKAHME MSATU OEJIKOB YMEHBIAJIOCh, a
JIBYX — YBEJIMUMBAJIOCh BO BpeMsI log a3kl pocTa. ABTO-
PBI IPETIOIOXIIIN, YTO HAaTTePHBI U3MEHEHMS KOJIMYe-
CTBa 3TUX OEJIKOB OOYCJIOBJIEHBI TEM, YTO aKTUBHOCTH
BE3UKYJISIPHOM CeKpelM (3K301IMTO3 U SHAOLIMTO3) U3-
MEHSIETCST: yCWIMBAETCSI B XOe JIoraprudpMmaecKkoit ga-
3bI, HO CHIZKAETCSI BO BpeMsI cTallMoHapHo# ¢a3bl. Ha-
psioy C BbISIBJICHUEM AUHAMUKY OEJIKOB Ha pa3HbIX 3Ta-
Max pa3BUTHS, aBTOPHI CBOEIl IIEIbIO CTABWIM aHAIN3
M3MEHEHUSI TIPOTEOMHBIX Npoduiaeii mon Bo3AcH-
cTBUEM xoJyiofa u/unm oopadbotku ABK. Okazanocs,
41O 3 (PeKT 000MX BO3NCUCTBUIA 3HAUUTEIIBHO OTJIM -
Jajcsad B 3aBUCUMOCTH OT (pa3nl pocta. KoamdyecTBo
xonono- 1 ABK-4yBCTBUTETbHBIX OEJIKOB yMEHbIIIA-
JIOCh BO BpeMsI JiorapudMudeckoii ¢asbl pocta. I1o-
JIydeHHBI€ TaHHbIC YKa3bIBAaIOT Ha CJIIOXHOCTb PEry-
JISTOPHBIX MPOLIECCOB, MPOTEKAIOIINX HE TOJLKO B
KJIETKE B II€JIOM, HO M Ha YPOBHE ILIa3MaJIcMMBI.

MHTeHCUBHOE yBeJIMYeHUE JJIMHBI KJIETOK BO3-
MOXHO U B pe3yJibTaTe allMKaJlbHOTO pocTa, MpuMe-
POM KOTOPOTO MOXET CJIYXUTb POCT MbLIbLIEBOM
TpyOKU. B aKkcniepuMeHTax, MpOBeNCHHBIX Ha TbLIbLIC
Lilium longiflorum, aHanu3upoBajiu OeJKOBbIE TPO-
dbunm MUKpOCOMaIbHOM (hpakiinu, pa3aeaeHHON Ha
MSAITh CyOMeMOpaHHBIX/OpraHe/JIbHBIX (PpaKkiuii, B
Havalie npopactanus u yepe3 10, 30, 60 u 240 MmuH
mambHelImero pocrta IeIIbOB [87]. C ITOMOIIBIO
LC-MS/MS aHanuza ObLI0 HASHTU(DULIMPOBAHO
270 6enkoB. IlokazaHo yBenmueHUE OCIKOB, CBSI3aH-
HBIX C IIMTOCKEJIETOM, YIJIEBOAHBIM META00IU3MOM,
SHEePreTMYeCKUM OOMEHOM U MIOHHBIM TPAHCIIOPTOM
Ha caMbix paHHux 3Tamnax (10—30 mmH). Hapsny c
3TUM YPOBEHb OEJIKOB, OTHOCSIIINXCS K MEMOpaHHO-
My/ 6€JIKOBOMY TPaHCIIOPTY, CUTHAJIbHOM TpaHCIYK-
LIMM, aJalTUBHOMY OTBETY Ha CTPECCOBOE BO3Ideii-
CTBHeE, cyliecTBeHHO cHIkascs. [Toka3aHo, 9To Oekm,
YUYaCTBYIOIIIME B CUHTE3¢ aMUHOKUCIIOT, JIUTIUIOB/CTe-
PUHOB, OMOCHHTE3€ KJIETOYHOM CTEHKW, TPaHCIIOPTe
MUTATEIbHbBIX BELLIECTB U AP., ObUIM ITPEICTABIEHBI B CO-

HINIITOBA, EMEJIbAHOB

OTBETCTBYIOIIMX NPOGUIISIX HE3aBUCUMO OT 3Talla pas-
BUTUA ITbUIBLIBI. TCM CaMbIM, ITOJTY4YE€HBI JaHHbIC 06 n3-
MEHEHUH IPOTEOMOB ILIa3MaJIEeMMBI 1 psiia APYTUX DH-
JToMeMOpaH B XOJIe IPOpacTaHUs MbLUIBLIEBOTO 3¢pHA U
¢hopMUpPOBaHUS TTBLIBLIEBOI TPYOKU.

He BbI3BIBaET COMHEHMS, YTO MjIa3MajieMma Kie-
TOK ITPpOpAaCTAIOIIEH MbUIbLIBI UTPAET OIPOMHYIO POJIb
B MEXKJIETOUHOM B3aMMOJEUCTBUU TbUIbIBI U Te-
CcTUKa pacTteHuit puca [88]. B xone pocta nbliblieBOi
TPYOKM MHTEHCHBHO MPOTEKAIOT OOMEHHbBIE MPOLIECChI
Ha anMKaJbHOM KOHIIe TpyOku. [TpoBeneHHbli TTpo-
TEOMHbII aHaJIM3 MO3BOJIMJI BBISIBUTH 1121 accoumu-
poBaHHbI# ¢ [IM 6enok. /151 192 6e1K0B OTMEUEHO
M3MEHEeHHEe comepkanus: 119 ero yBeanuusaiorT, a 73 —
YMEHBIIAIOT. DTU OeJIKM ObLIIUM OTHECEHBI K HECKOJIb-
KUM (YHKIIMOHAJbHBIM TpYyIllaM, B TOM 4MCIe, K
CUTHAJIbHBIM crcTeMaM (B MEePBYIO ouepeb, peLer-
TOP-NOIOOHBIM KMHA3aM) U TPAHCIIOPTHBIM CHCTEMaM,
YYaCTBYIOIIMM B OOMEHHBIX ITpoLeccax MEXKIAY MbLIb-
I[IOW Y IECTUKOM.

Eme onyH BaxkHEMNIIMI npolecc, MPOTeKaIOLIMiA
B paCTUTEJILHBIX OpraHn3Max, KOTOPbIii MOXKHO pac-
CMaTpUBaTh KaK 3Tar pa3BUTHUSI — 3TO CO3pEBaHMUE ILIO-
JIOB. 3HAYMTEIbHbIE U3BMEHEHUS B COCTAaBE O€JIKOB ObLIN
OTMEYEHO JIJII MUKPOCOMAJILHOM (DpaKLU, MOTyUYeH-
HOI1 13 KJICTOK IIepMKapmna IogoB TomaTta Ha 30 u
45 geHb OT LIBETCHMSI, COOTBETCTBYIOIINX IOJTHOMY
dopmupoBaHuIo (3eJieHbI) U co3peBaHUIO (Kpac-
HbIi) monoB [89]. Bcero ¢ momoripto HaHo-LC-
MS/MS ynanocsk BeisiBUTH 1315 6enkoB. B xone cospe-
BaHMSI IUIOJOB TOMAaTOB 145 13 HUX XapaKTepU30BaIMCh
3HAYUTEILHBIM M3MEHEHMEM CBOEro COAepKaHWUSI.
DyHKIMOHAIBHAS aHHOTALIUS 3TUX OEJIKOB MO3BO-
JIuja pasfeianuTh UX HAa HECKOJIbKO TPYIIN: MeTabo-
JIM3M KJIETOUYHOI CTEHKM, BE3UKYJISIpHAsI CEeKPELys,
BTOPUYHBIN METa0OJM3M, JUITMIHBIA M OCIKOBBIN
0OMEH, CUTHAJIMHT, CTPECC-UHAYLIMPOBAHHbII OTBET.

HccnenoBaHue, MpoBeAeHHOE Ha SIT0JaX BUHOIpa-
Jla, MoKa3aJio, YTo IjIa3MajieMMa KJIETOK IIOIBEPTaeTCs
CYIIECTBEHHBIM U3MEHEHUSIM, OTPAXKAIOIIMMCS B OeJI-
KOBBIX IPOMWISIX, IPOaHATU3UPOBAHHBIX C TIOMOILBIO
2D-snekrpodopesa 1 MALDI-TOF-MS criektpo-
metpuu [90]. Ha mepBoM aTare aHainM3a OYMILIEHHOMN
dpakuuu maazMaaeMMbl ObLJIO UASHTU(DULIMPOBAHO
119 G6enkoBbix msareH. Ilociemylommii aHaaW3 BbI-
SIBWI Hajgnuue 62 0elKOB, HNPEANOoI0KUTEILHO CO-
Jepxamux 1—6 TpaHcMeMOpaHHBIX JOMeHOB. MaeH-
TU(ULIMPOBAaHHBIE OEIKM ObLIM OTHECEHBI K BOCbMU
GYHKIMOHAJILHBIM TPYIIIaM, OOeCIICYMBAIOIINM
TpaHCIOPT, METa0OJIU3M, CUTHAJIMHT, CUHTE3 OejiKa
u ap. [TokazaHo, 4TO B XoA€ CO3peBaHMUS IPOUCXOIUT
CHMXKEHHME 4Hucja OEJIKOB B COCTaBE IIa3MajleMMBL:
ngerexkTupoBaHo 119, 98 u 86 Genkos Ha 50, 75 u
95 neHb OT Hayajla IBETeHMsI, COOTBETCTBeHHO. CTa-
TUCTUYECKM JOCTOBEPHOE CHIKEHME OBLIIO J€TEKTU -
poBaHo [is1 12 6eKOB, K YMCTYy KOTOPBIX ObLIM OTHE-
ceHbl Fe-cBsi3piBatoluii 0eOK, HpealeCTBEHHUK
aronuToXpoMa f, IIpeariojiaraeMasi KCUJIOTJIIOKaH-
®U3UOJIOTUS PACTEHUN Ne 5
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9HOO-TPAHCTIIMKO3MJIa3a, KOMITIOHEHT IIaIlepOH-TIPO-
Tea3HOro Komruiekca, 3eaTuH O-TJIMKo3uiITpaHche-
pa3a, YOMKBUTUH-CBsI3bIBaOIIMii (epMeHT E2-21 u
IpyTHe, B TOM YUCiie HeMACHTUMUIIMPOBaHHBIEC. BhI-
JIO OTMEUYEHO, YTO AMHAMMUKA YMEHBITIEHUS 3TUX OeJI-
KOB B COCTaBe Iljla3MajieMMbl ObLJIO HEOJAMHAKOBOI.

XOpol1I0 U3BECTHO, UTO B POPMUPOBAHUHU TJIOJIOB
OrPOMHOE 3HaUY€HUE UMEET BaKyoJib, KOTOpasi MOXKET
3aHUMaTh 10 90% obbema KiaeTok. UMeHHO 3TOT Op-
raHouj “ornpenensier” CBOMCTBA IUIONOB, T. K. B HEM
HaKarjnBamTCs TaKue MeTaboJIMThI, Kak caxapa, op-
raHM4YecKrMe U aMUHOKMUCIOTHI U Ap. HakoruieHue
9TUX COEIMHEHUI obecrieunuBaeTcsl pa3IunyHbIMU
TpaHcTiopTepamMu, ¢depMeHTaMu, CUCTeMaMu MOj-
nepxanus pH u np. IlpuBenem npuMep U3MeHEHUS
MpoTeoMa TOHOILJIACcTa B MpolLlecce CO3peBaHUS SIOIOK
[91]. KonnyecTtBeHHBbII TTpoTeoMHbIN aHamu3 (iTRAQ),
conpspkeHHbI ¢ HaHO-LC-MS/MS, mo3Bosni 1po-
aHaIM3UpoBaTh 345 6eIKOB ToHoIUIacTa. B oty rpynmy
BXOAWIM pasiMyHble TPaHMIOpPTEPbl METAOOJIUTOB U
HMOHOB, BKJIIOYAasi CUCTEMbI IEPBUYHO AKTUBHOTO TPAHC-
MopTa; 6eJKU, MPUHUMAIOIIIME YYaCTU B CUTHAJIUHTE
U MeTabosiu3Me; OeJIKU, peryJupyIolIne Be3UKYyIsp-
HYIO CEKPELIMIO 1 aIallTall1Io K JEHCTBUIO CTPECCOPOB,
npudem 22 6esika U3 HUX MEHSUIM CBOE CoJepXKaHue B
XOZIe XpaHeHUs T100B. TemM caMbIM, MOJTyYeHbl OYEHb
BaXKHbIE JAHHBIE O IMHAMWYECKUX NU3MEHEHUSIX TTPO-
TeoMa TOHOILIACTa He TOJILKO B XOJie pa3BUTHSI U CO-
3peBaHus TJI0A0B, HO 1 B IPOLIECCe UX CTApEHUSI.

INpuBeneHHBIC JaHHBIE CBUAECTCIBCTBYIOT O TOM,
YTO KaK IPpU JEMCTBUM CTPECCOPOB, TaK U MPU U3Me-
HEHUM XapaKTepa pocTa WIHM 3Tara pa3BUTHUSI HAOJIIO-
JaloTCS U3MEHEHUsSI B OEJIKOBOM COCTaBe MeMOpaH,
BKJTIOUAs TUTa3MajieMMy, TOHoruiacT, MeMOopaHbl DI1C n
anmnapata [Nonpmku. Cnenyer Nog4EpKHYTh, YTO V-
HaMI4YeCKUe U3MEHEHUsSI MeMOpaHHBIX TIpopUIeii Mo-
I'YT TIpOTeKaTh OYEHb OBICTPO, BKIIOYAsT MUHYTHHIE
BpEeMEHHBIE MHTEpBaJIbl. DTU M3MEHEHUSI MOTYT
OIPENENSThCS KaK YBEJIUYEHUEM COIepXKaHus Oell-
KOB BCJICICTBUE MHTEHCU(UKAIUN CUHTETHYECKUX
MPOLIECCOB Y/WIY BE3UKYJISIPHOI CeKpelu, Tak U 3a
CUeT MX DIIMMHWHALIMM U3 COCTaBa MeMOpaH, MeXa-
HU3MBbI KOTOPOW ellle 04eHb MaJjio u3ydyeHnl. Heocro-
pyMa HeOOXOIUMOCTDb NPONOJIKEHUS MCCISIOBAHUMI
C VICITOJIb30BAaHMEM BBICOKOOUMILIEHHBIX MeMOpaH-
HBIX MIpeNapaToB, NOJYyYeHHBIX U3 KJIETOK pacTeHUit
C CEKBEHUPOBAaHHBIM T€HOMOM.

N3MEHEHUE JIMTITMAOMA MEMBPAH
NP1 JENUCTBUU CTPECCOBBIX PAKTOPOB
N B XOIE PA3BUTUA

He MeHee WMHTepeCHBIMM SIBIISIIOTCS HAHHBIE O
OBICTPBIX U3MEHEHUIX, KOTOPhIE MPOUCXOIAT B CO-
CTaBe JINITUI0B MeEMOpPaH PaCTUTENIbHBIX KIETOK. Tex-
HOJIOTHS JIMITUIOMHOTO aHAJIM3a MTO3BOJISIET C BLICOKOI
TOYHOCTBLIO OLIEHUTh 3TH M3MeHeHus1. B Hacrosiiee
BpeMs ITOKa3aHbl U3BMEHEHUSI, IIPOUCXOIIIINE B pe-
3yJIbTaTe JSUCTBUS TeX WU UHBIX CTPECCOBBIX (hakK-
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TopoB. HampuMmep, yBenmueHue MNOJIMHEHACHIIICH-
HOCTU >KMPHOKUCJIOTHBIX OCTaTKOB MpU ACUCTBUU
HU3KUX TEMIIEpaTyp C LIEJbIO ITOMIEepKAaHUS KUJI-
KocTHOCTM MeMOpaH. Ilpexnme deM mompoOHO HX
paccMoOTpeTh, 00paTUMCsSI K JaHHBIM O IIpolieccax,
IIPOUCXOMSAIINX TP HOpMaJIbHOM pa3BuTuu. Ha -
CTBbSIX apabumorcuca ObUIM MTOKa3aHbl OCHMJUISIIIIOH-
Hble M3MEHEHMSI B COCTaBe IUIasMajieMMbl (cM. [92]).
IMoxkamnyii, 3To IIepPBbIii IIPUMEP PUTMUYHBIX U3MEHE-
HUli TunuaoMa MmemOpaH y pactenuii. [1pu cBeToBOM
pexume BeipamuuBaHus (12 4 cBeT/12 4 TeMHOTA) ObI-
JIV TIOKa3aHbl U3MEHEHMS B COCTAaBE ITOJISIPHBIX TJIM-
nepounuaoB Bo ¢ppakuuu PX. bouto BbICKa3aHO
MPEANOI0KEeHNE, YTO JTUMUIHBINA NPOMUIIb OTpakaeT
OaJlaHC MEXIy BHOBb CUHTE3UPYEMBIMU XXUPHBLIMU
KMCJIOTaMX ¥ IIPOLIECCOM BOCCTAHOBJICHMS allWIb-
HBIX TPYIIT XXUPHBIX KUCJIOT 3a CUET padOThI AecaTy-
pa3 (FADs). CuHTe3upyeMbie B XJIOpOILIacTax Xup-
Hble KuciaoThl (C16 n C18) nmpucoequHSIOTCS K TIU-
LIEpMHY 3a CUeT aluiITpaHchepa3HOil aKTMBHOCTH,
IOCJIe YeTO IPOMCXOAUT Mpolecc AecaTypauun. MH-
TepecHo, uto aueTwi-CoA KapOoKcuiiaza SIBJISICTCS
CBETO3aBUCHUMBIM (PEPMEHTOM, B OTJIMYME OT AecaTy-
pas. IlpennosnaraloT, YTO Ha CBETY Ipolecc de novo
CHHTE3a XUPHBIX KMCJIOT IIPOTeKaeT HAMHOTO aKTUB-
Hee, U 9TO O0BbsICHSIET 00Jiee BHICOKUU YPOBEHb Ha-
CBHIIIEHHOCTU JIMIUIOB MeMOpaH Ha cBeTy. C Ha-
CTYIUICHHEM TEMHOTHI IIPe00IagaroIM CTAHOBUTCS
Mpoliecc AecaTypaliii U YpOBEeHb HEHACHIIIIEHHOCTHU
Bo3pacTaeT. CyMMUpPYsI, MOXXHO 3aKJIIOUUTh, YTO JIU-
MUI0M MeMOpaH — O4YeHb OIMHAMWYHAasl CTPYKTypa,
CBOMCTBA KOTOpPOM 3aBHUCUT OT OTIPOMHOIO 4YMCJa
dakTopos. TpebyeTcst MpoAoIKEHNE UCCIETOBAHUMA,
4TOOBI OKOHYATEJIbHO OMNpPeae/inTh (haKTOPhl, KOTO-
pble MOTYT YIPaBIATh OCUWJIISIIUOHHBIMU U3MEHE-
HUSIMU JTATIUAHOTO TTpOdUIISI MeMOpaH.

HcTopus nzydeHns yCTOMINBOCTH PACTUTEIIBHBIX
OpPraHM3MOB K HM3KMM TeMIlepaTypaM HaCUUTHIBACT
oouiee 180 et [93]. [TonydyeHHBIe faHHBIC TO3BOJISIIOT
3aKJIIOYUTh, UTO 3TO CBOMCTBO (YCTOMYMBOCTh) KOH-
TPOJIMPYETCS LIEJIbIM psimoM (aKTOPOB, U B €r0 yCTa-
HOBJICHUM Y4aCTBYET MHOXECTBO METa0OJIMUECKUX
MyTeil U reHeTUYeCKUX MexaHn3MoB. HeomHokpaTHO
IMOKa3aHO, YTO BOCIIPUSITHE XOJIOJOBOIO CHUTHAJIa,
ero TpaHCOyKLUsI U (GOopMUPOBAHUE aZalTUBHOTO
OTBETa TECHEIM O00pa30M CBSI3aHBI C JIMIIUAAMU KJIe-
TOYHBIX MeMOpaH. Ilpu neiicTBUM 3TOrO CTpeccopa
MeMOpaHHbIE JUIIMABL IIEPEXONsAT U3 KUIKOCTHO-
KPUCTAJUIMYECKOIO COCTOSIHUS B TeJIeBOe, YTO IIpHU-
BOJUT K ITOBBIIIICHUIO TPOHUIIAEMOCTU MEMOpaHbI 1
BBIXOJIY 3JICKTPOJIMTOB. YBEIUYMBACTCS KOJIUMYSCTBO
MOJIEKYISIPHBIX (DOPM JIMIIMIOB, B TOM YMCJIEC 32 CYET
MOSIBJIEHUST OKMCJIEHHBIX Mpou3BoAHbIX. I[loBpexne-
HUe MeMOpaH B pe3yJIbTaTe IMOHKEHUS TeMIIEpaTypPhl
MOXET IIPOTEeKaTh 3a CYET IEPEKMCHOIO OKMCIICHMUS
JIMIIUAOB, MTHULIMMPOBAHHOTO Pa3IMYHBIMU (hOpMaMU
A®K. HakoruieH1ie TOKCUYHOTO MaJIOHOBOTO T1AJIb-
JIeTUOa, CHHTE3UPYEMOIO B pe3yjIbTaTe OKMWCIICHUS
MeMOpaHHBIX JIUITUIOB, TOPa3mo 0ojiee MTHTEHCUBHO
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IIpOTEeKaeT B MEHEee YCTOMYMBBIX pacTeHusX. [l
CHMZKEHUSI MTHTEHCUBHOCTU 3TUX HETaTUBHBIX IIPO-
IIECCOB HAOJIIOMAETCSI MOBHIIICHNE HEHACHIIIEHHO-
CTU JUIIMAOB KJIETOYHBIX MEMOpaH, B T.4. IJla3Ma-
nemmbl. Comepskanue Cl18:1, C18:2 m C18:3 6nICTpO
yBeanuuBaetcd, a C16:0 u C18:0 ymenblraercst. Bax-
HOCTb 3TOTO IIpollecca IOIUYepKUBACTCS OTCYTCTBU-
€M YCTOMUMBOCTH K XOJIOOOBOMY CTPECCY Y MyTaHTOB
C HapylIeHUsSIMU KOIMpoBaHUs aecarypas. MiameHe-
HUSI MOTYT 3aTparuBaTh JIMIIUIHBINA CIIEKTP U APYTUX
KJIeTOYHBIX MeMOpaH. I1oka3zaHo yBeImueHue coaep-
xaHusa OK u AT, vo mageHue ®X u MIAI, uro
MpUBOAUT K TipeBpaiieHno ®X B @K B pesynbTaTe
pabotel ochonumaszel D. K gengercs mpeniie-
CTBEHHMKOM CHUHTE3a rajJakTOJUIIMIOB, B T. 4., U B
IUIAaCTUOHBIX MeMOpaHax, a TakKe BaKHEHIIen cur-
HaJIbHOI MOJIEKYJIOM, IIPUHUMAIOIIEN yYACTUE B I1€-
pelade pas3IMYHBLIX CHUTHAJIOB. 3amyckaemblii DK
TpaHCAYKIIMOHHBII KacKal Jajiee KpoCC-UHTETPUpY-
erca B Ca?"-curHayibHbli Kackan u curHaauHr ABK
[93]. Bce nmepeuncieHHOEe CBUACTEIBCTBYET O BaK-
HOI1 poJI MEMOpPaHHBIX JIUTTUAOB B PETYJISILIY anar-
TallMOHHBIX MPOLIECCOB MPU XOJIOJOBOM CTpecCe.

Crenyoluii TUM CTpeccopa, Ha KOTOPOM CeayeT
OCTAaHOBUTBLCSI, — D3TO IIOBBLILIEHWE TEMIIEpPATypHhI.
TunuyHasg oTBeTHasl peaklysl, BhISIBJIEHHAsI Y OYeHb
0OJIBIIIOTO YHCIa BUAOB pACTEHWi, 3aK/IIOYaeTcsl B
CHMXKEHUM YPOBHS HeHachllleHHOCTU. IIpenmnonara-
10T, YTO MOBLILLIEHVE TeMIIEpaTyphbl BOCIIPUHMUMAETCS
Ca’" KaHaJIaMU IUIa3MaJIEMMBI, KOTOPBIE PETYJIAPYIOT-
Csl YPOBHEM KMAKOCTHOCTH MeMOpaH. DTO 3aIycKaeT
nosblILeHre YpoBHs Ca", cBS3bIBaHUE C KAIBMOLYJIN-
HOM U aKTHUBALIMIO CEMEMCTBAa TPAHCKPUILIMOHHBIX
¢dakTOpOB, YYaCTBYIOIIMX B PETYJISILIUUA YPOBHS pa3-
JIMYHBIX CTPECCOBBIX O€JIKOB, B TOM unciie bTII [94].
CrenyeT OTMETUTD, YTO YPOBEHb HEHACHIIIIEHHOCTH TP
TEPMUYECKOM BO3JICUCTBUM M3MEHSIETCS HE TOJILKO Y
JIMIIAIOB IIa3MalieMMBbl, HO 1 1iactun, u OI1C. Otu
Mpeodpa3oBaHUsI JOCTUTAIOTCS TaKKe B pe3yJibTaTe
aKTUBHOCTH JiecaTypas XXUPHBIX KUCJIOT. TToBbIIIeHNE
HECTaOMIBHOCTU U YBEJIMYECHUE BpEMEHU OOMEHa 3TUX
¢depMEeHTOB ObUIO OTMEUYEHO IIPY MOBBLILIEHUN TEM-
reparypbl. MI3MeHeHre ypOBHSI HACHILLIEHHOCTU JIV-
IMMJI0B OKa3bIBaeT BJIMSIHME Ha aKTUBHOCTb TaKUX
CUTHaJIbHBIX (DEPMEHTOB, KakK (hocdonurassl (B TOM
yrciae ®n D u C) u nporenHKUHa3bl. B pe3yibraTe
yBeanuurBaeTcsl KoHueHTpauuss @K u/unm MHo3u-
To-3-(pocdara. YcnoxkHeHHUe Kackanaa 00yCIOBJIEHO
yBenuyeHueM KonueHTpauuu ADK (HakomieHue
H,0, B TeueHne HECKOJIbKUX MUHYT 3a CUET aKTUBALIUU
HAI®H -okcunassrl). HeckoabKo MHOI cLieHapHii co-
OBITUIT pa3BMBAETCS B XJIOPOILIACTaX I MUTOXOHIPHSIX.
[loBbllIeHWE TeMIIEpaTyphbl 3allyCKaeT IEpPeKHMCHOE
okucyeHue. YeeanueHnue APK B 3ToM cilyyae MHU-
LUMPYET PETPOrpamHbIid CUTHAIWHT, ITPUBOIASIIINI
K ctabmnmusanuu PCII, a ciaemoBaTeNbHO, PEryIn-
pyeT MHTEHCUBHOCTH Iipoliecca (porocuHTtesa. Ile-
pEUYMCIICHHBIE TIPOIIECCHI, 3aITyCKAeMBbIC TTOBBIIIICHUEM

HINIITOBA, EMEJIbAHOB

TeMIIepaTyphbl, BBI3BIBAIOT 3HAUUTEIIbHBIE W3MEHE-
HHUSI B cOCTaBe MeMOpaH, OIHAKO 3TO HallpaBJeHUE
HCCIIEAOBAHMIA elle TIPOJ0JIKAeT pa3BUBAThCSI.

[NoBeIIeHNE TeMIlepaTyphbl OKpPYKalolleil cpeabl
MOXET B IPUPOTHBIX YCIOBUSIX IPOUCXOIUTDH OTHO-
BPEMEHHO C JIefiCTBUEM ellle OTHOT0 CTPECCOBOrO
dakTopa — 3acyxu. HemocraTtok BOIbl IPpUBOIUT K
CYILLIECTBEHHBIM MOP(OJIOTMYECKUM WN3MEHEHUSIM.
INoBhIlIeHWE HEHACBIIIEHHOCTU XXUPHBIX KHUCJIOT
CUMTAETCS OMHOM 13 CAMBIX IPKMX OCOOEHHOCTE 3a-
CYXOyCTOMUYMBHBIX pacTeHuii [95]. Bo3neiicTBue 3T0TO
CTpeccopa y YCTOMUMBBIX paCTeHUM MPUBOIUT K Ha-
KOIUICHUIO IIOJIMHEHACBIIEHHBIX XWUPHBIX KHMCJIOT
(C18:2 u C18:3). CpaBHUTEIbHBIN aHAIN3 OBOTHEH-
HBIX U CTPECCUPOBAHHBIX pACTEHUI IMOKa3aj, YTO UX
JIMOUIHBIA COCTaB CWJIBHO pa3jimyaeTcsl. YpOBeHb
OCHOBHBIX KJIACCOB JIMIIUIOB, KaK 1 00IIIee comepKa-
HUE JIUIIMI0B, CHUKAETCS MpH AePULIMTE BOIABI. Tax,
koHueHTpauuu PO, ®C u PK ObuIM CHUKEHBI HA
55%. CHuxeHune HeKoTopbix ¢hopm MIJII" mocTura-
110 70% , B TOKe Bpemst usmeHeHust ypoBHst AT GbI-
JI1 MUHOPHHBI. B pesynbraTte mis 0osiee yCTOMYMBBIX
pactenunit otHomeHue MIJT/ATIAIT Bo3spacraio.
YcroitunBbIe K 3aCyXe pacTeHMs XapaKTepU3YIOTCS
OOJIBIIMM YPOBHEM AaHTMOKCHUIAHTOB, UTO IIPEIISAT-
CTBYET MHTEHCUBHOMY OKMCJICHUIO XXUPHBIX KMCJIOT
Y OPOAYKIIMU OKCUIUNUHOB. OTMeUaloT CHUXEHUE
KOHIIEHTPALIM LIepaMUIOB U MOBHILIEHNE TAKOBOTO
st crepounoB. IlpeacraBiieHHbIE pe3yabTaThl CBU-
JIETeJILCTBYIOT O CYIIECTBEHHBIX U3MEHEHUSIX JIUTIU -
JloMa pacTeHUI IIpY U3MEHEHUY BOTHOIO pPeXXKMa UX
BBIpaIIBaHUSI.

Panee yxxe obcyxnanack BaxkHast poib I'TJI toracTun
B YCJIOBUSIX (hOC(HOPHOTO TOJI0IaHUSI, KOTJIa OHU 3aMe-
maoT QochoNMUnuabl B KISTOUHBIX MeMOpaHax [51,
54, 60]. Ocoboro BHMMaHMs 3aciayKMBaeT IPUMED,
KOTJa JUITMAOMHBINM MOAXOA K U3YYSHUIO 3TOTO SIB-
JIEHUSI TI03BOJINJI OTKPHITh HOBBI MUHOPHBIM TJIMIIE-
POIIUKOJIUIINL — TIIOKYPOHO3MIAUALIVITIMIIEPOJI
(T'AT) [53]. IIpu nedpunure docdopa ypoens I'DJI
CHIZKAJICS B JIMCTBSIX apaOumoricuca IOYTU BIBOE
(ocoberHHo P, ®U u ®I'), a I'TJI — cymecTtBeHHO
Bospactan (AT’ u TAI' — B 2 pasa, CXIOI' — B
4.5 paza). B mob6erax puca conepxanue I'JII" yBeau-
yuBanoch B 5—7 pa3. Cunre3 I'II" B mmacTumax co-
npsizkeH ¢ obpazoBanueM CXII'. MyrtaHThl apabu-
nJoricuca mo ornocuHTe3y 3tux I'TJI B 6obliieii cTene-
HU TIOBPEXIAIUCh (OCGHOPHBIM TOJOJAHHEM, YeM
pacteHuss gukoro tumna. Ilpu nedpunute docdopa
I'AT" akkyMyIupoBacs TaKxKe y TOMaToOB 1 cou [96].
ITomumo BeIctiix pactenuit, I'JII' o6HapyXXeH B BO-
JIOPOCIISIX.

PaccMmaTtpuBast BO3MOXHBIE MOAM(DUKALIMY JTATIN -
JIOMa PaCTUTEIbHBIX MeEMOpaH, ClIeayeT OCTAHOBUTh-
¢S Ha JeMCTBMM TakKoro (pakropa, Kak 3acojieHue. B
JIUTepaType MMEIOTCSl pe3yJIbTaThl psiga UCCICIOBAHUI
O POJIM JIUIUIHBIX U3MEHEHU B aJanTallu K BBICO-
KM KOHIIEHTpalusIM coJjieii. Bricokass coJIeHOCTh
®UBNOJIOTUS PACTEHUN Ne 5
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M3MEHEHME MMPOTEOMA U JTUITUJIOMA MEMBPAH PACTUTEJIBLHOM KJIETKU

(250 MM NaCl) nmpuBogwia K 3HAYUTEIbHBIM U3Me-
HeHusiM B rpoduisix T'DJI, IT'TJI, COJI u cTeprHOB B
KOPHSIX paCTEHUIT STYIMEHST, BBIPAILIEHHBIX TUAPOIIOHHO
[97]. IInasmatmyeckass MeMOpaHa XapaKTepH30Ba-
Jlach TIOBBIIIEHWEM YpOBHSI HeHachlneHHoin C18:3
XKUpHOM KUCIO0Thl B 'DJI, KpoMe TOro B OTBETHYIO
peaxkiuo ObUIA BOBJIEYEHBI TIPEUMYIIECTBEHHO KO-
potko- u cpenHeuenodyeyHbie (C14-18) XupHbie
KMCJIOTHI II0 CPaBHEHUIO C IMHHOLECINOYCUHBIMMU.
[ImacTuaHbie MeMOpaHBI ITOBPEXOAINCh Ooyiee MH-
TeHcUBHO, yeM [IM. Jlunugnbeie npoduiam MeMOpaH
IUIACTUI XapaKTepU30BaJIMCh OOIIMM CHIDKECHUEM
YPOBHSI BceX Tajmakroiununos, Bkimodasg I['JIIT, yBe-
ymyeHueM MIAT/ATAT u akkymyJsinyeit aiuiicTe-
PWIIIMKO3UIIOB, YTO CBUIETEIILCTBOBAIO O YACTUUHOM
JIerpajaly XJIOPOIIacTHBIX MeMOpaH. [ToBpexne-
HUSI OBLIIM MeHee BhIPasKeHHBIMU Y COJIEYCTOMYMBBIX
CcopTOB. JIeCTPYKTUBHBIX M3MEHEHNI B MUTOXOHIPUSIX
obHapyxeHo He ObI0. CoJIEBOM CTpecc CONMPOBOXK-
nancsg HakoruieHrueM @I, 4To Mo3BOJIMIO NPEano-
JIOXXUTH BaXKHYIO POJIb 3TOTO JIUITMIA B ITOMIE PXKAHUN
CTaOMILHOCTU MUTOXOHIPHAJIBHBIX MeMOpaH [97].

B niponiecce kusHenesTeIbHOCTA PacTeHUs] KOH-
TaKTUPYIOT C OTPOMHBIM YUCJIOM APYTUX OPraHU3MOB.
B pesynbraTe MOTYT yCTaHaBIUBAThCS B3aUMOOTHO-
ILIEHUSI CaMOM pa3HOIi HAITPaBJIEHHOCTU OT MAaTOTeHHbBIX
o MyTyanuctuueckux. ITosyyeHbl faHHbIE O DYHK-
LIMOHAJIBHOM POJIM Pa3HbIX TPYIIIT JIMITUIOB B XOJIe KOH-
TaKTOB C MUKpoopraHusmamu [98]. OHu yyacTBYIOT B
pacrio3HaBaHUU NTaTOr€HOB PACTEHUEM-XO35IMHOM (Ha-
MpUMep, SPrOCTEPUH) U Mepeaaye CUTHAIOB B KJIeT-
Kax B MecTe MH(EeKIIMU (CBOOOIHBIE XXUPHBIE KUCIOTHI,
OKCUJIUTIUHBI, Tiaulleposi-3-docdar, nepaMuabl u
cchuHronaHble ocHoBaHMs). Kpome Toro, HeKOTOphie
JIMTTUABI (a3elanHOBasi KMCJIOTa) OMOCPEnyIoT Tepe-
Jlayy curHajla UHMeKIMU JUCTAIbHBIM OpraHaM pacTe-
Hus Bo Bpems CITY. JIunuabl BaxKHEBI ITPpU 3apaxe-
HUU MUKOPU3HBIMU TprudaMu (T30 0oChOMUITUIL,
O-TUAPOKCUXUPHBIE KUCIOThI). Kpome Toro, mis
co31aHusl apOyCKYISIPHBIX CTPYKTYP KIJIETKU-XO351-
Ha 1 apOyCKYJISIpHOIro rpuda HeOOXOAUM UHTEHCUB-
HBIII CHHTE3 MEeMOpaHHBIX JIMITUAOB, YTOOBI 00ecIIe-
YUTH OOJIBIIYIO TUIOIIAAb MOBEPXHOCTHU I OOMeHa
MeTabOoJIMTOB BO BpeMsl KOJIOHU3ALIUU.

B 3akiroueHre ocTaHOBHMMCSI HA HEMHOTOUYMCJIEH-
HBIX [TOKA ITPUMEPAX, KaK MEHSIETCS IUTTUAOM, OCOOEH-
HO JIMTIMIOM MeMOpaH, B XO/I€ POCTOBBIX ITPOLIECCOB
pacTUTENIbHBIX KJIeTOK. OIUH U3 HUX — allMKaJIbHBIN
pocT mbuiblieBoil Tpyoku. OHa dopMupyercst mpu
MMPOPaCTaHUY MBUIbLILI U PACTET 10 TKAHSIM PhUIbLIA.
IIpy 3TOM MHOTOKpPATHO YBEJUYMBAETCS pa3Mep
IiazMajgeMMbl U ToHoriacta. [99]. OrpomHoe 3Haye-
HUE IpUuodpeTaeT Be3WKyJIsIpHas cekpenuss. CpaBHU-
TeJIbHBINM aHATIN3 JIMTTUAO0MA IPOopacTatoIei MbUIbLIBI 1
MbUILLIEBOTO 3€pHA IMO3BOJIMI 3aKJIIOYUTh, YTO B
MbUIbLIE MPOTEKAST KOMITICKCHOE U3MEHEHME CUHTE3a
JIMTTUAOB U LEJBIN PSiI KJIaCCOB TUMUIOB (CTPYKTYP-
HBIX Y CUTHAJILHBIX) CUHTE3UPYeTCsI de novo. [1pudeM y
psina pacteHuii coctaB '®JI B MeMOpaHax pacTyllei
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MIBLIBIIEBOM TPYOKM CXOJEH C TAKOBBIM B JINCTHAIX, a B
rpopacTaleil nmpuiblie apadbugorncuca ®U u OK
cocTaBJIsTioT 0KoJIo 50% I'DJ1. AKTUBHO CHHTE3UPYETCST
skcTparutactuaubiit AT, Hanbomee BaxXKHBIMM 1S
¢dopMUpOBaHUS U TIPOPACTAHUS MbUIbLIBLI SIBISIOTCS
crepuHbl 1 CDJI. MyTaHTBI 110 MX OMOCUHTE3Y 4acTO
crepwibHbl. YpoBeHb C®DJI B [1M 3pesoil mbliblibl
BBIIIIE, YeM B BEreTaTUBHBIX TKaHsSX, IPeo0jagaroT
ToKo3wILepaMuibl. Takke CyllieCTBEHHO OTJIMYaeTCsI
CTEPUHOBBINM COCTaB MeMOpaH IbUIbLIbL. Eciu ri1aBHBIM
CTEpPUHOM B BETeTaTUBHBIX TKAHSIX PACTEHUI SIBJISIETCS
cutoctepuH (60—75%), To B MeMOpaHax MYXXCKOTO
ramMeToduTa mNpeodIanaeT 24-MeTUICHXOJECTEPUH
(45.5%), a cTepuHOBBII COCTaB MbLIBLLI OOJiee pas3-
HooOpaseH [99]. OgHako TpebyeTcsl MPOJOJIKEHUE
HccaenoBaHuil 111 (hopMHUpPOBaHUS KOMIUIEKCHOTO
MpEeACTaBICHUS O JUIIUAOME TIpOpacTalolleii Mblb-
LBl ¥ OKPYKAIOIIMX TKaHEH MeCTUKA.

YcuneHue cUHTE3a JIUITUMAOB MPOUCXOOUT U MPU
JIPYTOM TUIIE POCTA — POCTE PACTSKEHUEM, KOTOPBIIA
HaOI00aeTCsT TP MHOTOKPATHOM OBICTPOM YBEJIU-
YEHUH BOJIOKOH XJIOIKA. DKCITEPMMEHTAIILHbBIE JaHHbIE
MPEANoJIaraloT, YT0 OMOCUHTE3 HeHAChIeHHbIX KK,
DU u pocdarnamnmHosuToiMoHodocharoB (PUD)
AKTUBUPYETCSI Ha paHHEM 3Tarle pPa3BUTUS BOJOKOH
[100]. BeisiBIEeHO MpeobiagaHue HeHAChIeHHbIx DU
1 ux pocdaroB, KOTOPBIE MOTYT UTPATh CBOIO (PYHK-
LIMOHAJIBHYIO POJb B PEryassliui U CTUMYJISLAU
YIJIMHEHUS KJIETOYHBIX BOJIOKOH.

INpuBeneHHbIC DaHHBIE CBHIETEIBCTBYIOT O CY-
IIECTBEHHBIX Pa3JIMIUAX B U3MEHEHUM JIUIUIHBIX
npoduseit pa3IudyHbIX MeMOpaH. DTU WU3MEHEHUS
MOTYT MMETh KaK OBICTPBIIi CUTHAJIBHBIN XapakTep,
TaK ¥ MPOMCXOIUTh B paMKax alanTallMOHHBIX MPO-
1IECCOB, a TAKXKe XapaKTepu30BaTh MPOLIECChl POCTA.

SAKJTIOYEHUE

ITonsonst utor 0030py HAHHBIX O COBPEMEHHOM
COCTOSIHMHU B 00J1aCTU U3Y4EHMSI IIPOTEOMA U JIUTII0-
Ma MeMOpaH pacTUTEIbHBIX KJIIETOK, CJIEAyeT OTMETUTh
WHTEHCU(MUKAIAIO 3TUX UCCIIENOBAaHMIA, KOTOpAsl OIT1-
paeTcs Ha MHOroo0pas3ue 1 IIOCTOSIHHOE COBEPIIICH-
CTBOBAaHME HOBBIX METOIOB Pa3acaeHUsS U NIETeKIINHU,
OasupyroImuxcst Ha XxpoMaTorpaduu, COMpPSIKEHHOM ¢
Macc-crheKTpoMeTpueit. JIaHHBIIE METOO He MOXKET
MIPEaOCTaBUTh BO3BMOXHOCTh TOYHOT'O KOJTMYECTBEH-
HOTO aHajiu3a U3MEHEHUS CoepKaHUs OEJIKOB WIN
JIMIIKIOB B TOM Wi nHOM MeMOpaHe. OmHaKo, KaK 1
OOJIBIIMHCTBO OMMKOBBIX ITOJXOI0B, OH ITO3BOJISICT
MPOBECTU CPABHUTEIbHBIII KAYECTBEHHBIA W MOJY-
KOJIMYECTBEHHBIN aHaan3. OrpoMHYIO POJIb UTPAET U
pacmnpeHre 6MonHGOPMAIIMOHHBIX PECYPCOB, TT03-
BOJISTIOIIMX OLIEHUTh WU3MEHEHUS, TPOUCXOASIINE B
COBOKYITHOI O€JIKOBOI M IUIIMAHON (hpakiuusix. Bece
9TO MOCIYKUJIO YIIyOJeHUIO HALIMX MpeaCcTaBIeHUA
0 IMHAMMWYECKON MoauduKaluu OETKOBBIX W JTUTWI-
HBIX Npodwieii MeMOpaH B HOpME W MpU ICHCTBUU
cTpeccoBbIX (pakTopoB. OmHAKO HEMHOTOYMCIICHHBIC
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JIaHHBIE BCE eIIE He MOTI'YT OXapaKTEepHu30BaTh BCC ITPO-
LHECChI, COIMTPOBOXKAAIOIIME POCT 1 pa3BUTHUEC.

Peskoe yBenuueHue ymciaa UCCIeIoBaHUIA B 00Jia-
CTH TIPOTEOMa M JIMTIHIOMAa MeMOpaH CBUICTEILCTBYET
0 TIIyOOKOM WHTepece K 3TOif 00JIacCTM CHCTeMHOMN
ouonoruu. OnHaKoO cieayeT MOAYEePKHYTh, YTO OMO-
JIOTHYECKNEe MeMOpaHBI IIPEACTABIAIOT COOOU He
MIPOCTOe OMOXMMHYECKOE COOTHOIIIEHNE OCIKOB M
JIMITUAOB B MPaBUWJIBHON Tponopuuu. MbI TOJBKO
HaYMHAaeM ITOHUMATh BCIO CJIIOXKHOCTH B3aWMMOBITHSI-
HUS MEXIY pa3sInYHBIMA KOMITOHEHTaMU, KOTOPhIE
OMpeNe/NsIIoT KakK (DU3NMKO-XUMHYECKME CBOICTBa
OGMOJIOTMIECKIX MeMOpaH, Tak 1 UX (PyHKIIMOHAb-
HYIO aKTUBHOCTb. HemapoM Kak GeIku, TaK U JIATIV-
Ibl MeMOpaH SIBJISIIOTCSI aKTMBHBIMU YYaCTHUKAMU
pa3sHOOOpPa3HBIX CUTHAJIBHBIX CHCTEM. [1prBeneHHEBIS
B 0030pe TaHHBIE CBUIETEIBCTBYIOT O TOM, UTO MHTE-
rpajibHasi CETb MEMOpaH PaCTUTEIbHONM KJIETKU BbI-
MOJIHSET HE TOJbKO (YHKLMIO ‘“‘pasrpaHUdYUTENsT”
(Gapbpepa) MeXIy IIPOTEKAIOIINMM IIpolieccaMu, HO 1
aKTUBHOTO MX YYaCTHUKA U peryiasitopa. OmHaKo oue-
BHUIIHO, YTO ITOTpeOyeTcs OOIBIIOe YHUCIIO UCCIIeIOBa-
HUIA, YTOOBI BOCTIOJTHUTD CYIIECTBYIOIIHE ITPOOECITH.

UccnegoBanne BBIIOJHEHO TIpU (PUHAHCOBOI
noanepxke Poccuiickoro poHaa yHmaMeHTaaIbHBIX
HCCJIENOBaHUII B paMKax HaydHOTO ItpoekTa Ne 19-
14-50413.

AsTopsl OmarogapaTt Pynmamresckyto E.JI. 3a 11eH-
HbIE COBETBI MPU OOCYXXICHUU MaTepuaaoB o030pa.

Hacrosimast ctatbs He COIepKUT KaKMUX-JIM0O HC-
CIIeIOBAaHUI C y9acTUEM JIOJEH 1 XKMBOTHBIX B Kaue-
CTBE OOBEKTOB. ABTOpHI 3asBISIOT 00 OTCYTCTBUM
KOH(JIMKTa UHTEPECOB.

CITNCOK JIMTEPATYPbI

1. Singer S.J., Nicolson G.L. The fluidmosaic model of
the structure of cell membranes // Science. 1972.
V. 175. P. 720.
https://doi.org/10.1126 /science.175.4023.720

2. Nicolson G.L. The fluid-mosaic model of membrane
structure: still relevant to understanding the structure,
function and dynamics of biological membranes after
more than 40 years // BBA-Biomembranes. 2014.
V. 1838. P. 1451.
https://doi.org/10.1016/j.bbamem.2013.10.019

3. Wilkins M.R., Pasquali C., Appel R.D., Ou K., Golaz O.,
Sanchez J.-C., Yan J.X., Gooley A.A., Hughes G.,
Humphery-Smith 1., Williams K.L., Hochstrasser D.F.
From proteins to proteomes: large scale protein iden-
tification by two-dimensional electrophoresis and
amino acid analysis // Nat. Biotechnol. 1996. V. 14.
P. 61.
https://doi.org/10.1038 /nbt0196-61

4. Newton R.P., Brenton A.G., Smith C.J., Dudley E. Plant
proteome analysis by mass spectrometry: principles,
problems, pitfalls and recent developments // Phyto-
chemistry. 2004. V. 65. P. 1449.
https://doi.org/10.1016/j.phytochem.2004.04.015

5.

10.

11.

12.

13.

14.

15.

16.

®U3NOIOTVI PACTEHUI

. Millar A.H., Heazlewood J.L.,

HINIITOBA, EMEJIbAHOB

Hemudos E.A., lleabmex C.E. [Iporeomuka // BaBu-
JIOBCKUIA 3KypHas reHeTUuKU 1 cenexkuu. 2014. T. 18.
C. 166.

. Mowkoeckuii C., [Imawnukx O. 12 MeTOI0B B KAPTUH-

Kax: IpoTeoMHUKa.
https://biomolecula.ru/articles/12-metodov-v-kartinka-
kh-proteomika

. Subba P., Kotimoole C.N., Prasad T.S.K. Plant pro-

teome databases and bioinformatic tools: an expert re-
view and comparative insights // OMICS. 2019. V. 23.
P. 190.

https://doi.org/10.1089/0mi.2019.0024

. Schwacke R., Schneider A., van der Graaff E., Fischer K.,

Catoni E., Desimone M., Frommer W.B., Flugge U.-1.,
Kunze R. ARAMEMNON, a novel database for Arabi-
dopsis integral membrane proteins // Plant Physiol.
2003. V. 131. P. 16.
https://doi.org/10.1104/pp.011577

. Tan S., Tan H.T., Chung M.C.M. Membrane proteins

and membrane proteomics // Proteomics. 2008. V. 8.
P. 3924.
https://doi.org/10.1002/pmic.200800597

Kishimoto K., Urade R., Ogawa T., Moriyama T. Non-
destructive quantification of neutral lipids by thin-lay-
er chromatography and laser-fluorescent scanning:
suitable methods for “lipidome” analysis // Biochem.
Biophys. Res. Commun. 2001. V. 281. P. 657.
https://doi.org/10.1006/bbrc.2001.4404

Axmypszuna B.A., Ceauwesa A.A., llleey B.U. Ot aHa-
Jm3a TunuaoB K aunuaomuke // Becthnuk MUTXT.
2012.T.7.C. 3.

Namasivayam E., Kowsalya R., Padarthi PK., Mani-
gandan K., Jayaraj R.L., Johnravindar D., Jagatheesh K.
Plant lipidomics: signalling and analytical strategies //
PlantOmics: The Omics of Plant Science / Eds. Barh
D., Khan M.S., Davies E. Springer India, 2015.
P. 331-356.
https://doi.org/10.1007/978-81-322-2172-2_11

Shulaev V., Chapman K. D. Plant lipidomics at the cross-
roads: from technology to biology driven science //
BBA-Mol. Cell Biol. L. 2017. V. 1862. P. 786.
https://doi.org/10.1016/j.bbalip.2017.02.011

Rezanka T., Kolouchovd I., Gharwalovd L., Palyzovd A.,
Sigler K. Lipidomic analysis: From archaea to mam-
mals // Lipids. 2018. V. 53. P. 5.
https://doi.org/10.1002/1ipd.12001

Fahy E., Subramaniam S., Brown H.A., Glass C.K.,
Merrill A.H. Jr., Murphy R.C., Raetz C.R.H., Russell D.W.,
Seyama Y., Shaw W., Shimizu T., Spener E, van Meer G.,
van Nieuwenhze M.S., White S.H. et al. A comprehen-
sive classification system for lipids // J. Lipid Res.
2005. V. 46. P. 839.

https://doi.org/10.1194/jlr. E400004-JLR200

Brugiere S., Kowalski S., Ferro M., Seigneurin-Berny D.,
Miras S., Salvi D., Ravanel S., d'Hérin P, Garin J.,
Bourguignon J., Joyard J., Rolland N. The hydrophobic
proteome of mitochondrial membranes from Arabi-
dopsis cell suspensions // Phytochemistry. 2004.
V. 65. P. 1693.
https://doi.org/10.1016/j.phytochem.2004.03.028

Kristensen B.K.,
Braun H.-P., Moller . M. The plant mitochondrial

TOM 68 Ne 5 2021



18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

M3MEHEHME MMPOTEOMA U JTUITUJIOMA MEMBPAH PACTUTEJIBLHOM KJIETKU

proteome // Trends Plant Sci. 2005. V. 10. P. 36.
https://doi.org/10.1016/j.tplants.2004.12.002

Senkler J., Senkler M., Eubel H., Hildebrandt T., Len-
gwenus C., Schertl P, Schwarzlander M., Wagner S.,
Wittig 1., Braun H.-P. The mitochondrial complexome
of Arabidopsis thaliana // Plant J. 2017. V. 89. P. 1079.
https://doi.org/10.1111 /tpj.13448

Peltier J.B., Friso G., Kalume D.E., Roepstorff P, Nilsson F,
Adamska 1., van Wijk K.J. Proteomics of the chloro-
plast: systematic identification and targeting analysis
of lumenal and peripheral thylakoid proteins // Plant
Cell. 2000. V. 12. P. 319.
https://doi.org/10.1105/tpc.12.3.319

Behrens C., Blume C., Senkler M., Eubel H., Peterhdinsel C.,
Braun H.-P. The ‘protein complex proteome’ of chlo-
roplasts in Arabidopsis thaliana // J. Proteomics. 2012.
V.91. P. 73.
https://doi.org/10.1016/.jprot.2013.07.001

Pendle A.F, Clark G.P., Boon R., Lewandowska D.,
Lam Y.W., Andersen J., Mann M., Lamond A.l.,
Brown J.W.S., Shaw P.J. Proteomic analysis of the
Arabidopsis nucleolus suggests novel nucleolar func-
tions // Mol. Biol. Cell. 2005. V. 16. P. 260.
https://doi.org/10.1091/mbc.e04-09-0791

Giavalisco P, Nordhoff E., Kreitler T., Kloppel K.D.,
Lehrach H., Klose J., Gobom J. Proteome analysis of
Arabidopsis thaliana by two-dimensional gel electro-
phoresis and matrix-assisted laser desorption/ionisa-
tion-time of flight mass spectrometry // Proteomics.
2005. V. 5. P. 1902.
https://doi.org/10.1002/pmic.200401062

Tang Y., Huang A., Gu Y. Global profiling of plant nu-
clear membrane proteome in Arabidopsis // Nat.
Plants. 2020. V. 6. P. 838.
https://doi.org/10.1038/s41477-020-0700-9

Goto C., Hashizume S., Fukao Y., Hara-Nishimura I.,
Tamura K. Comprehensive nuclear proteome of Ara-
bidopsis obtained by sequential extraction // Nucleus.
2019. V. 10. P. 81.
https://doi.org/10.1080/19491034.2019.1603093

Collins C.A., Leslie M.E., Peck S.C., Heese A. Simpli-
fied enrichment of plasma membrane proteins from
arabidopsis thaliana seedlings using differential cen-
trifugation and Brij-58 treatment // Methods Mol. Bi-
ol. 2017. V. 1564. P. 139.
https://doi.org/10.1007/978-1-4939-6813-8 13

Larsson C., Widell S., Kjellbom P. Preparation of high-
purity plasma membranes // Methods Enzymol. 1987.
V. 148. P. 558.
https://doi.org/10.1016/0076-6879(87)48054-3

Ozolina N.V., Nesterkina 1.S., Kolesnikova E.V., Sa-
lyaev R.K., Nurminsky V.N., Rakevich A.L., Marty-
novich E.F., Chernyshov M.Yu. Tonoplast of Beta vul-
garis L. contains detergent-resistant membrane mi-
crodomains // Planta. 2013. V. 237. P. 859.
https://doi.org/10.1007/s00425-012-1800-1

Trentmann O., Haferkamp I. Current progress in tono-
plast proteomics reveals insights into the function of the
large central vacuole // Front Plant Sci. 2013. V. 4. 34.
https://doi.org/10.3389 /fpls.2013.00034

Chen T., Kirpichnikova A., Mikhaylova Yu., Shishova M.
Comparison of two systems of tonoplast purification
OU3NOJIOTUA PACTEHUN Ne 5

TOM 68 2021

30.

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

485

from tobacco cells of suspension culture BY-2 // Biol.
Commun. 2020. V. 65. P. 178.
https://doi.org/10.21638/spbu03.2020.20

Ephritikhine G., Ferro M., Rolland N. Plant membrane
proteomics // Plant Physiol. Biochem. 2004. V. 42.
P. 943.

https://doi.org/10.1016/j.plaphy.2004.11.004

Marmagne A., Rouet M.-A., Ferro M., Rolland N., Al-
con C., Joyard J., Garin J., Barbier-Brygoo H., Ephri-
tikhine G. ldentification of new intrinsic proteins in
Arabidopsis plasma membrane proteome // Mol. Cell.
Proteomics. 2004. V. 3. P. 675.
https://doi.org/10.1074/mcp.M400001-MCP200

Alexandersson E., Saalbach G., Larsson C., Kjellbom P.
Arabidopsis plasma membrane proteomics identifies
components of transport, signal transduction and
membrane trafficking // Plant Cell Physiol. 2004.
V. 45. P. 1543.
https://doi.org/10.1093/PCP/PCH209

Yadeta K. A., Elmore J.M., Coaker G. Advancements in
the analysis of the Arabidopsis plasma membrane pro-
teome // Front. Plant Sci. 2013. V. 4: 86
https://doi.org/10.3389/fpls.2013.00086

Schulz B. Functional classification of plant plasma
membrane transporters // Plant Cell Monogr. 2011.
V. 19. P. 131.
https://doi.org/10.1007/978-3-642-13431-9_6

Testerink C., Munnik T. Molecular, cellular, and phys-
iological responses to phosphatidic acid formation in
plants // J. Exp. Bot. V. 62. P. 2349.
https://doi.org/10.1093/jxb/err079

Elortza F, Mohammed S., Bunkenborg J., Foster L.J.,
Niihse T.S., Brodbeck U., Peck S.C., Jensen O.N.
Modification-specific proteomics of plasma mem-
brane proteins: identification and characterization of
glycosylphosphatidylinositol-anchored proteins re-
leased upon phospholipase D treatment. // J. Pro-
teome Res. 2006. V. 5. P. 935.
https://doi.org/10.1021/pr050419u

Cacas J.-L., Furt F, Le Guédard M., Schmitter J.-M.,
Buré C., Gerbeau-Pissot P., Moreau P., Bessoule J.-J.,
Simon-Plas F.,, Mongrand S. Lipids of plant membrane
rafts // Prog. Lipid Res. 2012. V. 51. P. 272.
https://doi.org/10.1016/j.plipres.2012.04.001

Tapken W., Murphy A.S. Membrane nanodomains in
plants: capturing form, function, and movement //
J. Exp. Bot. 2015. V. 66. P. 1573.
https://doi.org/10.1093 /jxb/erv054

Shimaoka T., Ohnishi M., Sazuka T., Mitsuhashi N.,
Hara-Nishimura 1., Shimazaki K.-1., Maeshima M.,
Yokota A., Tomizawa K.-1., Mimura T. Isolation of in-
tact vacuoles and proteomic analysis of tonoplast from
suspension-cultured cells of Arabidopsis thaliana //
Plant Cell Physiol. 2004. V. 45. P. 672.
https://doi.org/10.1093/pcp/pch099

Jaquinod M., Villiers F, Kieffer-Jaquinod S., Hugou-
vieux V., Bruley C., Garin J., Bourguignon J. A pro-
teomics dissection of Arabidopsis thaliana vacuoles
isolated from cell culture // Mol. Cell. Proteomics.
2007. V. 6. P. 394.
https://doi.org/10.1074/mcp.M600250-MCP200



486

41.

42.

43.

44,

45.

46.

47.

48.

49.

50.

S1.

HINIITOBA, EMEJIbAHOB

Dunkley T.PJ., Hester S., Shadforth I.P., Runions J.,
Weimar T., Hanton S.L., Griffin J.L., Bessant C., Bran-
dizzi FE, Hawes C., Watson R.B., Dupree P, Lilley K.S.
Mapping the Arabidopsis organelle proteome // Proc.
Natl. Acad. Sci. USA. 2006. V. 103. P. 6518.
https://doi.org/10.1073/pnas.0506958103

Parsons H.T., Christiansen K., Knierim B., Carroll A., Ito J.,
Batth T.S., Smith-Moritz A.M., Morrison S., McInerney P,
Hadi M.Z., Auer M., Mukhopadhyay A., Petzold C.J.,
Scheller H.V., Loqué D., Heazlewood J. L. Isolation and
proteomic characterization of the Arabidopsis Golgi
defines functional and novel components involved in
plant cell wall biosynthesis // Plant Physiol. 2012.
V. 159. P. 12.

https://doi.org/10.1104/pp.111.193151

Wang X., Komatsu S. Plant subcellular proteomics: Ap-
plication for exploring optimal cell function in soybean //
J. Proteomics. 2016. V. 143. P. 45.
https://doi.org/10.1016/j.jprot.2016.01.011

Takahashi D., Kawamura Y., Yamashita T., Uemura M.
Detergent-resistant plasma membrane proteome in
oat and rye: similarities and dissimilarities between
two monocotyledonous plants // J. Proteome Res.
2012. V. 11. P. 1654.

https://doi.org/10.1021 /pr200849v

Krishnamurthy P., Tana X.F, Lima T.K., Lima T.-M.,
Kumar PP, Loh C.-S., Lin Q. Data in support of the
proteomic analysis of plasma membrane and tonoplast
from the leaves of mangrove plant Avicennia officinalis //
Data Brief. 2015. V. 5. P. 646.
https://doi.org/10.1016/j.dib.2015.10.016

Datta R., Kumar D., Chattopadhyay S. Membrane pro-
teome profiling of Mentha arvensis leaves in response
to Alternaria alternata infection identifies crucial can-
didates for defense response // Plant Signaling Behav.
2018. V. 13: e1178423.
https://doi.org/10.1080/15592324.2016.1178423

Nilsson R., Bernfur K., Gustavsson N., Bygdell J., Wing-
sle G., Larsson C. Proteomics of plasma membranes
from poplar trees reveals tissue distribution of transport-
ers, receptors, and proteins in cell wall formation // Mol.
Cell. Proteomics. 2010. V. 9. P. 368.
https://doi.org/10.1074/mcp.M900289-M CP200

Iwasaki Y., Itoh T., Hagi Y., Matsuta S., Nishiyama A.,
Chaya G., Kobayashi Y., Miura K., Komatsu S. Pro-
teomics analysis of plasma membrane fractions of the
root, leaf, and flower of rice // Int. J. Mol. Sci. 2020.
V. 21. 6988.

https://doi.org/10.3390/ijms21196988

Furt F, Simon-Plas F., Mongrand S. Lipids of the plant
plasma membrane // Plant Cell Monogr. 2011. V. 19.
P.3.

https://doi.org/10.1007/978-3-642-13431-9_1

Paradies G., Paradies V., De Benedictis V., Ruggiero FM.,
Petrosillo G. Functional role of cardiolipin in mito-
chondrial bioenergetics // BBA-Bioenergetics. 2014.
V. 1837. P. 408.
https://doi.org/10.1016/j.bbabio.2013.10.006

Cassim A.M., Gouguet P., Gronnier J., Laurent N., Ger-
main V., Grison M., Boutté Y., Gerbeau-Pissot P., Si-
mon-Plas F, Mongrand S. Plant lipids: Key players of
plasma membrane organization and function // Prog.

52.

53.

54.

55.

56.

57.

58.

59.

60.

61.

62.

63.

64.

®U3NOIOTVI PACTEHUI

Lipid Res. 2019. V. 73. P. 1.
https://doi.org/10.1016/j.plipres.2018.11.002

Boudiére L., Michaud M., Petroutsos D., Rébeillé F,
Falconet D., Bastien O., Roy S., Finazzi G., Rolland N.,
Jouhet J., Block M. A., Maréchal E. Glycerolipids in
photosynthesis: Composition, synthesis and trafficking //
BBA-Bioenergetics. 2014. V. 1837. P. 470.
http://doi.doi.org/10.1016/j.bbabio.2013.09.007

Okazaki Y., Otsuki H., Narisawa T., Kobayashi M.,
Sawai S., Kamide Y., Kusano M., Aoki T., Hirai M.Y.,
Saito K. A new class of plant lipid is essential for pro-
tection against phosphorus depletion // Nat. Com-
mun. 2013. V. 4: 1510.

https://doi.org/10.1038 /ncomms2512

Li-Beisson Y., Shorrosh B., Beisson F., Andersson M. X.,
Arondel V., Bates P.D., Baud S., Bird D., DeBono A.,
Durrett TP, Franke R.B., Graham 1. A., Katayama K.,
Kelly A.A., Larson T., et al. Acyl-lipid metabolism //
Arabidopsis Book. 2013. V. 11: e0161.
https://doi.org/10.1199/tab.0161

Merrill A.H., Jr., Sullards M.C. Opinion article on lip-
idomics: inherent challenges of lipidomic analysis of
sphingolipids // BBA-Mol. Cell Biol. L. 2017. V. 1862.
P. 774.

https://doi.org/10.1016/j.bbalip.2017.01.009

Pata M.O., Hannun Y.A., Ng C.K-Y. Plant sphingolip-
ids: decoding the enigma of the Sphinx // New Phytol.
2010. V. 185. P. 611.
https://doi.org/10.1111/j.1469-8137.2009.03123.x

Valitova J.N., Sulkarnayeva A.G., Minibayeva FEV.
Plant sterols: diversity, biosynthesis, and physiological
functions // Biochemistry. 2016. V. 81. P. 819.
https://doi.org/10.1134/S0006297916080046

Moreau P, Bessoule J.J., Mongrand S., Testet E., Vincent P,
Cassagne C. Lipid trafficking in plant cells // Prog. Lip-
id Res. 1998. V. 37. P. 371.
https://doi.org/10.1016/S0163-7827(98)00016-2

Garab G., Ughy B., Goss R. Role of MGDG and non-
bilayer lipid phases in the structure and dynamics of
chloroplast thylakoid membranes // Subcell. Bio-
chem. 2016. 86. P. 127.
https://doi.org/10.1007/978-3-319-25979-6_6

Tjellstrom H., Hellgren L.1., Wieslander A., Sandeliuset A.S.
Lipid asymmetry in plant plasma membranes: phos-
phate deficiency-induced phospholipid replacement
is restricted to the cytosolic leaflet // FASEB J. 2010.
V.24. P. 1128.

https://doi.org/10.1096/fj.09-139410

Horvath S.E., Daum G. Lipids of mitochondria //
Prog. Lipid Res. 2013. V. 52. P. 590.
https://doi.org/10.1016/j.plipres.2013.07.002

Zhang C., Hicks G.R., Raikhel N.V. Molecular compo-
sition of plant vacuoles: Important but less understood
regulations and roles of tonoplast lipids // Plants.
2015. V. 4: 320-333;
https://doi.org/10.3390/plants4020320

Michaud M., Prinz W.A. Jouhet J. Glycerolipid synthe-
sis and lipid trafficking in plant mitochondria // FEBS
J. 2017. V. 284. P. 376.

https://doi.org/10.1111 /febs.13812

Fouillen L., Maneta-Peyret L., Moreau P. ER mem-
brane lipid composition and metabolism: lipidomic
Ne 5

TOM 68 2021



65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

®U3NOJOTUSA PACTEHUN

M3MEHEHME MMPOTEOMA U JTUITUJIOMA MEMBPAH PACTUTEJIBLHOM KJIETKU

analysis // Methods Mol. Biol. 2018. V. 1691. P. 125.
https://doi.org/10.1007/978-1-4939-7389-7_10

Markham J.E., Lynch D.V., Napier J.A., Dunn T.M.,
Cahoon E.B. Plant sphingolipids: function follows
form // Curr. Opin. Plant Biol. 2013. V. 16. P. 350.
https://doi.org/10.1016/j.pbi.2013.02.009

Hecmépkuna U.C., Ozoauna H.B., badyes b.K., @edo-
posa I A., Hypmunckuii B.H., Cnupudonosa E.B., Ca-
asee P.K. PadThl BakyoIsipHOit MeMOpaHBI CTOJIOBOIM
cBexibl conepxar V-H-ATP-a3y // Buonoruueckue
meM6Opansbl. 2016. T. 33. C. 450.
https://doi.org/10.7868/S0233475516060098

Konig S., Mosblech A., Heilmann I. Stress-inducible
and constitutive phosphoinositide pools have distinc-
tive fatty acid patterns in Arabidopsis thaliana //
FASEB J. 2007. V. 21. P. 1958.
https://doi.org/10.1096/FJ.06-7887COM

Cacas J.-L., Buré C., Grosjean K., Gerbeau-Pissot P.,
LherminierJ., Rombouts Y., Maes E., Bossard C., Gron-
nier J., Furt E, Fouillen L., Germain V., Bayer E., Cluzet S.,
Robert E, et al. Revisiting plant plasma membrane lip-
ids in tobacco: a focus on sphingolipids // Plant Physi-
ol. 2016. V. 170. P. 367.
https://doi.org/10.1104/pp.15.00564

Nyholm T.K.M. Lipid-protein interplay and lateral or-
ganization in biomembranes // Chem. Phys. Lipids.
2015. V. 189. P. 48.
https://doi.org/10.1016/j.chemphyslip.2015.05.008

Grison M.S., Brocard L., Fouillen L., Nicolas W,
Wewer V., Dormann P., Nacir H., Benitez-Alfonso Y.,
Claverol S., Germain V., Boutté Y., Mongrand S., Bay-
er E.M. Specific membrane lipid composition is im-
portant for plasmodesmata function in Arabidopsis //
Plant Cell. 2015. V. 27. P. 1228.
https://doi.org/10.1105/tpc.114.135731

Gronnier J., Crowet J.-M., Habenstein B., Nasir M.N.,
Bayle V., Hosy E., Platre M.P., Gouguet P., Raffaele S.,
Martinez D., Grelard A., Loquet A., Simon-Plas F,
Gerbeau-Pissot P., Der C., et al. Structural basis for
plant plasma membrane protein dynamics and organi-
zation into functional nanodomains // eLife. 2017.
V. 6: €26404.

https://doi.org/10.7554 /eLife.26404

van Meer G., Voelker D.R., Feigenson G.W. Membrane
lipids: where they are and how they behave // Nat.
Rev. Mol. Cell. Biol. 2008. V. 9. P. 112.
https://doi.org/10.1038 /nrm2330

Nohzadeh M.S., Habibi R.M., Heidari M., Salekdeh G.H.
Proteomics reveals new salt responsive proteins asso-
ciated with rice plasma membrane // Biosci. Biotech-
nol. Biochem. 2007. V. 71. P. 2144.
https://doi.org/10.1271/bbb.70027

Cheng Y., Qi Y., Zhu Q., Chen X., Wang N., Zhao X.,
Chen H., Cui X., Xu L., Zhang W. New changes in the
plasma-membrane-associated proteome of rice roots
under salt stress // Proteomics. 2009. V. 9. P. 3100.
https://doi.org/10.1002/pmic.200800340

Witzel K., Matros A., Moller A.L.B., Ramireddy E.,
Finnie C., Peukert M., Rutten T., Herzog A., Kunze G.,
Melzer M., Kaspar-Schoenefeld S., Schmiilling T,
Svensson B., Mock H.-P. Plasma membrane proteome
analysis identifies a role of barley membrane steroid
binding protein in root architecture response to salin-
Ne 5

TOM 68 2021

76.

77.

78.

79.

80.

81.

82.

83.

84.

85.

86.

487

ity // Plant Cell Environ. 2018. V. 41. P. 1311.
https://doi.org/10.1111 /pce.13154

Takahashi D., Li B., Nakayama T., Kawamura Y., Ue-
mura M. Plant plasma membrane proteomics for im-
proving cold tolerance // Front. Plant Sci. 2013. V. 4: 90.
https://doi.org/10.3389/fpls.2013.00090

Miki Y., Takahashi D., Kawamura Y., Uemura M. Tem-
poral proteomics of Arabidopsis plasma membrane
during cold- and deacclimation // J. Proteomics.
2019. V. 197. P. 71.
https://doi.org/10.1016/j.jprot.2018.11.008

Komatsu S., Hashiguchi A. Subcellular proteomics: ap-
plication to elucidation of flooding-response mecha-
nisms in soybean // Proteomes. 2018. V. 6: 13.
https://doi.org/10.3390/proteomes6010013

Elmore J. M., Liu J., Smith B., Phinney B., Coaker G.
Quantitative proteomics reveals dynamic changes in
the plasma membrane during Arabidopsis immune
signaling // Mol. Cell. Proteomics. 2012. V. 11:
M111.014555.
https://doi.org/10.1074/mcp.M111.014555

Aloui A., Recorbet G., Lemaitre-Guillier C., Mounier A.,
Balliau T., Zivy M., Wipf D., Dumas-Gaudot E. The
plasma membrane proteome of Medicago truncatula
roots as modified by arbuscular mycorrhizal symbiosis //
Mycorrhiza. 2018. V. 28. P. 1.

https://doi.org/10.1007 /s00572-017-0789-5

Wienkoop S., Saalbach G. Proteome analysis. Novel
proteins identified at the peribacteroid membrane
from Lotus japonicus root nodules // Plant Physiol.
2003. V. 131. P. 1080.
https://doi.org/10.1104/pp.102.015362

Kutschera U., Deng Z., Oses-Prieto J.A., Burlingame A.L.,
Wang Z.-Y. Cessation of coleoptile elongation and loss
of auxin sensitivity in developing rye seedlings: A
quantitative proteomic analysis // Plant Signaling Be-
hav. 2010. V. 5. P. 509.
https://doi.org/10.4161/psb.11210

Zhu J., Chen S., Alvarez S., Asirvatham V.S., Schacht-
man D.P., Wu Y., Sharp R.E. Cell wall proteome in the
maize primary root elongation zone. 1. Extraction and
identification of water-soluble and lightly ionically
bound proteins // Plant Physiol. 2006. V. 140. P. 311.
https://doi.org/10.1104/pp.105.070219

Zhu J., Alvarez S., Marsh E. L., LeNoble M.E., Cho 1.-
J., Sivaguru M., Chen S., Nguyen H.T., Wu Y,
Schachtman D.P., Sharp R.E. Cell wall proteome in the
maize primary root elongation zone. I1. Region-spe-
cific changes in water soluble and lightly ionically
bound proteins under water deficit // Plant Physiol.
2007. V. 145. P. 1533.
https://doi.org/10.1104/pp.107.107250

Zhang Z., Voothuluru P., Yamaguchi M., Sharp R.E.,
Peck S.C. Developmental distribution of the plasma
membrane-enriched proteome in the maize primary
root growth zone // Front. Plant Sci. 2013. V. 4: 33.
https://doi.org/10.3389/fpls.2013.00033

Li B., Takahashi D., Kawamura Y., Uemura M. Plasma
membrane proteome analyses of Arabidopsis thaliana
suspension-cultured cells during cold or ABA treat-
ment: relationship with freezing tolerance and growth
phase //J. Proteomics. 2020. V. 211: 103528
https://doi.org/10.1016/j.jprot.2019.103528



488

87.

88.

89.

90.

91.

92.

93.

HINIITOBA, EMEJIbAHOB

Pertl H., Schulze W.X., Obermeyer G. The pollen or-
ganelle membrane proteome reveals highly spatial-
temporal dynamics during germination and tube
growth of lily pollen // J. Proteome Res. 2009. V. 8.
P. 5142.

https://doi.org/10.1021/pr900503f

Yang N., Wang T. Comparative proteomic analysis re-
veals a dynamic pollen plasma membrane protein map
and the membrane landscape of receptor-like kinases
and transporters important for pollen tube growth and
interaction with pistils in rice // BMC Plant Biol.
2017. V. 17: 2.
https://doi.org/10.1186/s12870-016-0961-7

Pontiggia D., Spinelli F., Fabbri C., Licursi V., Negri R.,
De Lorenzo G., Mattei B. Changes in the microsomal
proteome of tomato fruit during ripening // Sci. Rep.
2019. V. 9. 14350

https://doi.org/10.1038 /s41598-019-50575-5

Zhang J., Ma H., Feng J., Zeng L., Wang Z., Chen S.
Grape berry plasma membrane proteome analysis and
its differential expression during ripening // J. Exp.
Bot. 2008. V. 59. P. 2979.
https://doi.org/10.1093/jxb/ern156

Liu R., Wang Y., Qin G., Tian S. iTRAQ-based quan-
titative proteomic analysis reveals the role of the tono-
plast in fruit senescence // J. Proteomics. 2016. V. 146.
P. 80.

https://doi.org/10.1016/j.jprot.2016.06.031

Nakamura Y. Membrane lipid oscillation: an emerging
system of molecular dynamics in the plant membrane //
Plant Cell Physiol. 2018. V. 59. P. 441.
https://doi.org/10.1093 /pcp/pcy023

Zhang H., Dong J., Zhao X., Zhang Y., Ren J., Xing L.,
Jiang C., Wang X., Wang J., Zhao S., Yu H. Research
progress in membrane lipid metabolism and molecu-
lar mechanism in peanut cold tolerance // Front.

94.

9s.

96.

97.

98.

99.

100.

®U3NOIOTVI PACTEHUI

Plant Sci. 2019. V. 10: 838.
https://doi.org/10.3389/fpls.2019.00838

Niu Y., Xiang Y. An overview of biomembrane func-
tions in plant responses to high-temperature stress //
Front. Plant Sci. 2018. V. 9: 915.
https://doi.org/10.3389/fpls.2018.00915

Moradi P., Mahdavi A., Khoshkam M., Iriti M. Lipid-
omics unravels the role of leaf lipids in thyme plant re-
sponse to drought stress // Int. J. Mol. Sci. 2017. V. 18:
2067.

https://doi.org/10.3390/ijms 18102067

Okazaki Y., Nishizawa T., Takano K., Ohnishi M.,
Mimura T., Saito K. Induced accumulation of glucu-
ronosyldiacylglycerol in tomato and soybean under
phosphorus deprivation // Physiol. Plant. 2015.
V. 155. P. 33.

https://doi.org/10.1111 /ppl.12334

Yu D., Boughton B.A., Hill C.B., Feussner I., Roessner U.,
Rupasinghe T.W.T. Insights into oxidized lipid modifi-
cation in barley roots as an adaptation mechanism to
salinity stress // Front. Plant Sci. 2020. V. 11: 1.
https://doi.org/10.3389/fpls.2020.00001

Siebers M., Brands M., Wewer V., Duan Y., Hélzl G.,
Dérmann P. Lipids in plant-microbe interactions //
BBA-Mol. Cell Biol. L. 2016. V. 1861. P. 1379.
https://doi.org/10.1016/j.bbalip.2016.02.021

Ischebeck T. Lipids in pollen - they are different //
BBA-Mol. Cell Biol. L. 2016. V. 1861. P. 1315.
https://doi.org/10.1016/j.bbalip.2016.03.023

Liu G.-J., Xiao G.-H., Liu N.-J., Liu D., Chen P-S.,
Qin Y.-M., Zhu Y.-X. Targeted lipidomics studies reveal
that linolenic acid promotes cotton fiber elongation by
activating phosphatidylinositol and phosphatidylinosi-
tol monophosphate biosynthesis // Mol. Plant. 2015.
V.8.P.91l.
https://doi.org/10.1016/j.molp.2015.02.010

TOM 68 Ne 5 2021



®HU3HOJIOTHSI PACTEHHH, 2021, mom 68, Ne 5, c. 489—500

OKCIHHEPUMEHTAJIBHBIE

CTATbUA

YIK 581.1

OCOBEHHOCTMU BKCIIPECCHUMU I'EHA uidA 1101 YITPABJIJEHUEM
TKAHECIHHEHHU®UYHBIX ITPOMOTOPOB I'EHOB 4P3 U RPT2a

Arabidopsis thaliana L. B TPAHCI'EHHBIX PACTEHUSAX Nicotiana tabacum L.
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HccrenoBaHbl 0COGEHHOCTH 9KCIIPECCUH PEITOPTEPHOTO TeHa uidA, Koaupyouiero hepMeHT B-TIIoKypo-
HUma3y, o yIpaBieHueM TKaHeCTIeIN(MUIHBIX IIpOMOTOPOB TeHOB AP3 u RPT2a Arabidopsis thaliana L. B
TOMO3UTOTHBIX MOHOMHCEPLIMOHHBIX TPAHCTEHHBIX pacTeHUusIX Nicotiana tabacum L. Ob6a UCIIONBb3yeMBbIX
IIPOMOTOpPa 00eCTICYNBAIIA SKCITPECCHIO PEITOPTEPHOTO TeHa B MepUCTEMAaTUUECKMX TKAHSIX pacTeHUIt Ta-
6aka, XoTsl JuIsl mpoMoTopa AP3 BHISIBJIEHHbII TUIT SKCIIPECCUU SIBJISIETCS] SKTONMMYECKUM. B rccienoBaH-
HBIX TPYIIax He3aBUCUMBIX TpaHC(HOPMAHTOB 1 MX TMOPHUAAX BbISIBJIeHA IITMPOKast BApUadbeTbHOCTh Kak I10
Hakoriennto MPHK, tak 1 110 hepMeHTaTUBHOM aKTMBHOCTH 3-IJTIOKYpoHMaa3bl. [TokaszaHo, 4To ypoBeHb
HaKOTUICHUS TPAHCKPUIITA PEITOPTEPHOTO reHa uidA He KoppeaupyeT ¢ ypoBHeM (hepMEeHTaTUBHOM aKTHB-
HOCTH €ro MpoayKTa. BeisiBjieHHAast BAprabeIbHOCTb CPEeIn aHAIM3UPYEMbIX TPAHCTE€HHBIX pacTeHUi Taba-
Ka BEpOsITHEe BCETO CBSI3aHa C 0COOCHHOCTSIMM OpraHM3aIliy XxpoMaTtruHa B paiioHax T-JIHK uHcepumii n
(usin) 0oOyCJIOBJIEHA PA3IMYHBIM XapaKTepOM B3aMMOIEHCTBUI MEXIy LIMC-3JIEMEHTaMU MCCIeoyeMbIX
IIPOMOTOPOB U PACTUTEIIBHBIMU PETYISTOPHBIMU 3JIEMEHTAMU, PAcIoJiokeHHbIMU BHe paitoHa T-JIHK
uHcepuuu. [To pesyabraram 6MOMH(MOPMATUIECKOTO aHAIN3a B CTPYKTYPE UCCIIETyeMbIX TPOMOTOPOB BbI-
SIBJIEHO OKOJIO 20-TH LIMC-PETYISITOPHBIX 3JIEMEHTOB, YaCTh U3 KOTOPBIX OOHAPYKMBAJIVCh B 000MX UCCTIE-
IyeMbIX MPOMOTOpax. B 1ieJIoM pe3ynbTaThl aHaaM3a MOKas3ajau, YTO MPOMOTOPHI TeHOB AP3 u RPT2a
A. thaliana moryT 6bITh 3(D(HOEKTUBHBI B KAYECTBE PETYISTOPHBIX 3JIEMEHTOB JIJTSI SKCIIPECCUM TPAHCTEHOB B
MepUCTEMATUUECKMX TKAHSIX APYTUX BUIAOB pacTeHU, B YacTHOCTHU, N. fabacum.

KimoueBble cioBa: Nicotiana tabacum, Arabidopsis thaliana, TpoMOTOpbI, TKaHECTIEU(DUUHAST SKCITpeccus,

TpaHCTeHEe3, PEMOPTEPHBIN IeH, IIMC-3JeMEHThI
DOI: 10.31857/S0015330321040175

BBEAJEHUWE

CoBpeMeHHBIE TEXHOJIOTUM MOAM(PUKALIIN pac-
TEHUI1, HalIpaBJICHHbBIC Ha YJIy4IlleHHe XO3SIACTBEH-
HO-LICHHBIX IIPU3HAKOB BaXHBIX CEIBbCKOXO03SIIi-
CTBEHHBIX KYJbTYp, TpearnojaraloT MCMoJIb30BaHUE
JIByX OCHOBHBIX MOIXO0B — TPAHCTEHE3 U TeHOMHOE
penakTupoBaHue. B ciayyae co3maHus TpaHCTEHHBIX
pacTeHuii B paCTUTEIbHBIM T€eHOM BBOISITCS (hparMeH-
ThI 3K30reHHbIX JIHK, BKTIoUarolme reHbl U3 pasidd-
HBIX TE€TePOJOTUYHBIX CUCTEM, B ClIydae pelnakThpoBa-
HMSI — TeHBbI, KOAUPYIOIIUe OeJIKU C HyKJIea3HOM aK-
TUBHOCTHIO. Y CIIEIIHOCTh IPUMEHEHMUS ITUX TTOAXOI0B
B 3HAYUTEIbHOI CTEIEHM 3aBUCUT OT HAJIU4YMSI B apce-
HaJie MccaeaoBaTeNieii JOCTaTOYHO OOJBIIIOro Habopa
PEryISITOPHBIX TEHETUYECKMX 3JIEMEHTOB, B TOM YKCIIE

U TIPOMOTOPOB, UCIIOJB3YEMbIX JUISI CO3IaHUsI TE€HHO-
WHXXEHEpPHOTO MHCTpyMeHTapusi. B Hacrosiee Bpems
IUISL 9TUX LieJieii MPUMEHSIIOT TPOMOTOPHI, pasinJaro-
1LIKEeC TI0 TPOSIBJIIEMOI MU aKTUBHOCTH, HaIllpuMep,
KOHCTUTYTUBHBIE, WHAYLIMOEIbHbIE, TKaHeCTenduy-
Hble [1—4]. Mcnonb3oBaHre TKaHeCTIEM(PUIHBIX ITPO-
MOTOPOB MPEJCTAaBJISIET OCOObI MHTEpEC ISl UC-
ciegoBaTesyield, MOCKOJbKY WX MNPUMEHEHUE IaeT
BO3MOXHOCTb BBISIBJISITh DYHKIIMOHUPOBAHUE TEHOB
B OIpe/IeJIEHHbIX TUTIaX TKaHEM, a TAaKXe HarpaBJieH-
HO 3KCIIPECCUpPOBaTh B HUX UYXKEPOIHBIC lICJIEBbIC
reHsl [1, 4, 5]. I[IpumeHeHne TaHHOTO MMOAX0Ia OCHO-
BaHO Ha KOHCEPBATUBHOCTW PETYJSITOPHBIX 3JIEMEH-
TOB, IETEPMUHUPYIOIINX SKCIIPECCUIO TEHOB B KAKOM-
JIM0O TUTIE TKAHEH pacTeHus. DTOT (paKT Mpearnoaract
BO3MOXHOCTb MCITOJIb30BaTh WX JUISl PEryJSIUU 9KC-
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MMPECCUN YYXKEPOTHOTO TeHA B AHAJIOTUYHOM TUIIE
TKaHel Apyrux BUmoB pacTeHuid. [Touck HOBBIX TKa-
HeCTe(UYHBIX TTPOMOTOPOB U OIIEHKA aKTUBHOCTU
WX 9KCIIPECCUU B TETEPOJIOTUYHBIX PACTUTEIIbHBIX T€-
HOMAax C MOMOIUBIO PENOPTEPHBIX FEHOB ABIAETCH
BaKHBIM 3TAITOM ITPU CO3IaHUM TPAHCTEHHBIX pacTe-
HUW C 33aJaHHBIMU XO3SIMCTBEHHO-LEHHBIMU TIPU-
3HaKaMu [6—8].

TkanecneunduuHbIe TPOMOTOPHI, OOECIICYNBAO-
I 3KCIPECCUIO 1IEJIEBBIX T€HOB B MepUCTeMaTHye-
CKMX TKaHSIX pacTeHU, TIPEICTABISIOT OCOObII MHTE-
pec 11 OMOTEXHOJIOTUM, B YACTHOCTH, IIPU KYJIETUBU-
POBaHUM aKTUBHO AEJISIINXCS KJIETOK — IIPOMYLISHTOB
peKoMOUHAHTHBIX 0eJKoB. I'eH APETALA3 (AP3) 3Kc-
MpeccupyeTcsl B LIBETOYHBIX MepucTeMax A. thaliana
¥ KOTUpYyeT (paKTop TpaHCKPUIILIMK TPYIITBL B, peryimm-
pytoiuii pazsutue usetka [9, 10]. I'en RPT2a xonupy-
eT AT®azy B coctaBe 19S peryiasaTopHoii CyObe IMHULIBI
26S npoteacoMbl A. thaliana v sxcripeccupyeTcs npe-
MMYIIECTBEHHO B allMKaJbHBIX MEPUCTEMaX KOPHS U
cre6ist [6, 11]. IIpemcraBisieT MHTEpeC MCCIeA0OBa-
HIE BO3MOXHOCTH IIPUMEHEHMS IIPOMOTOPOB 3THUX
reHOB B FTeHETUUECKMX KOHCTPYKIIMSIX B KAUeCTBE pe-
TYJSITOPHBIX 3JIEMEHTOB M OLIEHKAa OCOOEHHOCTU UX
PEeTyISIlIMM B TE€TEPOJIOTUYHBIX cucTeMax. llembio
JIaHHOI paboOThl OBLIO BBISIBJIEHUE OCOOEHHOCTEH
9KCIpecCcuu TeHa uidA 1o ynpaBjieHUeM TKaHecTe-
ONGUIHBIX IIPOMOTOPOB TeHOB AP3 1 RPT2a A. thali-
ana B TPaHCTEHHBIX pacTeHusIx N. tabacum.

MATEPUAJIBI U METOJbI

PacturenbHblii MaTepuas. B KauecTBe MCXOMHOTO
MaTepurajia UCHOJb30BaAJIM MOHOMHCEPIIMOHHBIE TO-
mo3uroTHbie (T,) TpaHcreHHble pacTeHUs] Tabaka
(N. tabacum L., coprt Petit Havana, muaus SR1) u nx
rubpunsl (F,). Ucxonusie Tpanchopmantsl (T) Ta-
0aka ObLIM MOJyYeHbl HAaMU paHee METOJOM arpo-
OakTepuajibHOTO TepeHoca ABYX TeHeTUYECKUX KOH-
CTpyK1Mii Ha ocHoBe BekTopa pBIN19 [12]. 'eneTu-
YyeCcKre KOHCTPYKIIUU BKJIIOYAIU PEeNOPTEPHBIN T'eH
uidA mop yripaBieHueM IIpoMoTopa reHa AP3 nnm re-
Ha RPT2a. T1pomorop reHa AP3 nmuHoit 620 1m1.H. or
TOUYKM CTapTa TpaHCKPUMNLUU B coueTaHuu ¢ 5S'-HTP
BTM (5'-HeTpaHCcIMpyeMblil paiiloH BHUpyca Tabad-
HOM MO3auKu), a Takxke npomorop u 5'-HTP rena
RPT2a nnmuHoii 1667 m.H. OT CTAPTOBOIO KOJOHA ObLIN
amrumgunmpoBaHbl ¢ reHoMHOIT [IHK A. thaliana. B
paboTte ObUTM MPOAHATIU3UPOBAHBI MOTOMKU T, 7-mu
HE3aBUCHUMO TIOJYYCHHBIX MOHOWHCEPLUUOHHBIX JIM-
HUI1 ¢ TIpoMOTOpoM reHa AP3 (muauu al—a7) u 8-mMu —
¢ mpomoTopoM reHa RPT2a (muauu r1—r8).

OT6OpP MOHOMHCEPLIMOHHBIX TOMO3UTOTHBIX JIA-
HUI TPOBOOVIIN C UCIIOJIB30BaHUEM OOILETTPUHATO-
rO TeCTa Ha YCTOMYMBOCTb K aHTUOMOTUKY KaHAMHU-
LuHy B nokosieHusx T, u T,. Iyt mosyyeHus: ceMsiH
OT CAaMOOTIBIJIEHUS 1 MOCIIEAYIOLIETO UX aHAJIN3a CO-
LBETUSA TPaHC(HOPMAHTOB IPEABAPUTEIBHO W30JIH-

CHUIOPYYK u gp.

poBa/IM IIepraMeHTHBIMU Koammadykamu. CoOpaHHbBIE
OTIEJIbHO M3 KaXIIOil KOPOOOUYKM CeMeHa aHaJIM3H-
pOBaJIi IO YCTOMUYMBOCTH K CEJIEKTUBHOMY areHTy
IIpM IIOCEBE Ha CTaHIApTHYIO arapu3oBaHHyio MC-cpe-
Iy ¢ 1o0aBIeHNEM aHTUOMOTHKA KaHAMUIIMHA B KOH-
ueHTparmu 200 mr/n. B T, mist nanbHeiiero aHainsa
OTOMpaI TCHOTUITBI C paclICIUICHUEM MO YCTOMYMBO-
ctv K KaHamumHy 3Km™: 1Km- (3esieHble : Gesbie), 4To
CBUAETEJIECTBOBAJIO 00 €MMHUYHON MHCEPIIM TPAaHCTe-
Ha. YCTOMYMBbIE K aHTUOMOTUKY T€HOTHUIIBLI BEIPAIIIBA-
JIX B TEIUIMILIC, CAMOOIIBUISUIM IS TTOJIyYEHHUST TIOKO-
JieHus T, 1 BHOBb TECTUPOBAIU IO YCTONYUBOCTU K
aHTMOMOTUKY. MOHOMHCELIMOHHBIE TOMO3UTOTHEIC
pactenust T,, He narolye pacleruieHust (Bce 3eieHbIe)
Ha cpelie ¢ KaHAMUIIMHOM, UCIOJIb30BAJIN JIJIST U3y~
YyeHUsI 0oCOOCHHOCTell aKcmnpeccumn uidA-reHa 1o,
yIIpaBJIeHUEM WCCAEAYEeMbIX TKaHecHelUnMUIHbIX
npoMotopoB. I'mbpunsl F; Mexny MoOHOMHCepLU-
OHHBIMU TOMO3UTOTHBIMM PACTEHUSIMU ITOJYYalIu C
IMMOMOIIIbIO UCKYCCTBEHHOTO OIIbUICHUS IIyTEM HaHe-
CEHUSI TIbUIBLIBI Ha IECTUKY IIPeABaAPUTEIbHO U301~
POBaHHBIX M KaCTPMPOBAHHBIX IIBETKOB B COOTBET-
CTBHMH C TUIIOM M3y4aeMOT0 IIPOMOTOpa.

Pactenust BeIpaliuBalii B YCIIOBUSIX THUAPOITOH-
HOI TeIUTUIHI ¢ hoTonepronom 16/8 4 1 rmpu TeMIie-
parype 22/18°C (neHb/HOYD).

I'mcroxuvMuyeckoe BbISIBJIEHHE SKCIPECCHH TeHa uidA
B TKAHSX TPAHCTeHHBIX pacTeHuii Tadaka (GUS-okpa-
mmBanue). J11s BhISIBJIEHUSI OCOOEHHOCTE ! 3KCpeccun
reHa uidA ron ynpaBJieHUEM UCCIIEMyeMbIX TPOMOTOPOB
B 1IBETKaX B KaYeCTBE MOJEIN KCIOJb30BAIU OYTOHBI
TpaHCTeHHBIX paCTEHUI TabaKa Ha CTaAMUsIX Pa3BUTHUS
II, IV u VI cornacHo kinaccudukaiyu no Koltunow c
coasrT. [13]. 11 aHanu3a ocOOEHHOCTE SKCIIPEeCCUm
reHa uidA B anMKaJIbHbIX MEPHCTEMax KOPHSI U CTEOJIsI
MOHOWHCEPLUOHHBIX TOMO3UTOTHBIX pacTeHuit T, 1 nx
rubpunoB F, ncronap3oBanu 6-Tu HeneJbHbBIE pacTe-
HUs Tabaka. 1 5TOro cTeprmiIn30BaHHbIE 96 % -HBIM
3TAHOJIOM CEMEHAa C MOCJeayIolleil X NBYKpaTHOM
MPOMBIBKOI CTE€pUJILHOM AUCTUILIMPOBAHHOM BOIOI
BBICEBAIN Ha arapn3oBaHHy0 M C-cpeny ¢ mo0aBiIeHN-
eM aHTuOmoTrnka KaHamuupHa (200 mr/m). Pactenus
BbIpALLIMBAIM U3 CEMSIH B YCIOBUSIX (paKTOpOCTaTHOM
KOMHATHI IpH ocBelieHnn 10 KK, otoneprone 16/8 4
(meHb/HOYb) M TemmepaTtype 24°C. OkpaliuBaHUE
OYTOHOB M pacCTeHHUI1 B BO3pacTe 6-TH Heleb IIPOBO-
IWIW B PEaKLIMOHHOI cMecH CJIeAyloIlero cocrana:
100 MM docdatnsblii 6ydep (pH = 7.0), 10 MM EDTA,
0.1% Triton X100 u 1 MM X-Gluc (Fermentas, CI1IA).
s yaydineHUs] KayecTBa OKpalllMBaHUsI CBEXMIA
pacTUTENILHBIN MaTepual B PEaKLIMOHHOM CMECH MO~
Melaau B Kamepy reHHoit mymku (PSD-1000/He,
Biorad, CIIIA) 1 ynasisiiy BO3IyX C TIOMOILBIO BAKYYMU -
poBaHus. OOpaOOTAHHBIM TaKMM OOpa3oM MaTepHral
OCTaBJISUIM Ha HOYb B TEPMOCTATe MPU TeMIIepaType
37°C. Ilocie okpaliMBaHUsI MaTepUal OTMbIBAJIUA OT
xsopoduiia 70%-HbIM 3TaHOJIOM.
®U3UOJIOTUS PACTEHUN Ne 5
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KosmyecTBeHHOE onpeaesieHHe AKTUBHOCTH PENop-
TepHOro OeJika f-rmokyponnnassl (GUS). Usmepenue
aktuBHocT GUS B 3KCTpakTax pacTeHUil Tabaka
MMPOBOIUIIM B COOTBETCTBUU CO CTAHAAPTHOI METO-
nukoin [14]. dnsa modydyeHusT OSJIKOBBIX 9KCTPAKTOB
6-Tu HedeabHBIE pacTeHUs (OOIEl Maccoil OKOJIO
150 Mr) romorenn3upoBanu B 200 MKJI 3KCTpaKIIMOH-
Horo Oydepa ciemyromero coctaBa: 50 MM NaH,_
PO, pH 7.0, 10 MM BTA, 0.1% Triton X-100, 0.1%
JIaypOWJICAPKO3UH HaTpueBasi coiib, 10 MM [-mep-
KkanTo3aTaHoi. diryopeclieHINI0 3MePsUT Ha DITyo-
puMmetpe Victor3 1420 (“Perkin Elmer”, CIIA) nipu
JJIMHE BOJIHBI BO30YXIeHus 355 HM U JJIMHE BOJIHEBI
ncnyckanusg 455 aM. KammbpoBKy diyopeciieHImmn
TPOBOJMJIM C TIOMOIIBIO CTAaHAAPTHOTO pacTBOpa
1 mM 4-metunymb6emmudepona (4-MU, Sigma-Al-
drich, CILIA) B 0.2 M Na,CO;. AKTUBHOCTb [3-TJTIOKY-
POHUIA3BI PACCUUTHIBAJIN MOCJIE OMpene/IeHsT 0011Ie-
r0 pacTBOPUMMOIO OejKa B B3KCTpaKTax IO METOMLY

Bradford [15] ¢ mcmonmn3oBanueM pactBopa BCA B
IKCTPaKIIMOHHOM Oydepe B KauecTBe ctaHgaprta. M3-
MEPEHUS TIPOBOAWIN B 3 OUOJIOTMYECKMX IIOBTOPHO-
cTax. [ BBISIBICHUS pasiW4YUil MeXXAy TpyIIaMu
NPUMEHSUIM HeNapaMeTPUUYECKUM JUCIIEPCUOHHBIA
anaym3 Kpackena-Yommca (mporpaMMHBINA TAKeT
Statistica 5.5). Kputndeckoe 3HaueHIE YPOBHSI 3HAYM -
MOCTHU IIPUHUMAITOCH paBHBIM 5%.

Anamm3 3kcnpeccun rena uidA. Cymmapayro PHK
BBIOCJISTM W3 TKaHell 6-TU HeOeJIbHBIX pacTeHUIl C
rnoMolbto Habopa peakTBoB RNAeasy® Plant Mini Kit
(Quiagen, I'epmanust), PHK o6pabarsiBan DNase I u
4 ug PHK o6panu o cuntesa KAHK (Thermo Scien-
tific RevertAid First Strand cDNA Synthesis Kit, CILIA).

AHaNU3 3KCIPECCUN TeHa uidA TIpOBOAVIN TIPU
nomoirm [T P B peaapHOM BpeMeHU Ha aMTIN(pUKa -
tope CFX96 (Bio-Rad, CIIIA). CtpykTypa mnpaiime-
POB Y 30HIOB CJIEIYIOLIAs:

gsp_nipsimoii — 5'-TGGAAACTTTAGGGTCCTTACTAC-3',
gsp_obpatHblil — 5'-CAAGCCTTGTAGTGAGCATCTG-3',

gsp_3oH1 — 5'-FAM-ATGACTTATCCGCTCCAGCACCAC-BHQ1-3';
uidA_npsimoit — 5'-CTTCCATGATTTCTTTAACTATGC-3',
uidA_o6patHnlii — 5'-GCACAGTTCATAGAGATAACC -3,

uidA_3oun — 5'-FAM-TACACCACGCCGAACACCTG-BHQ1-3'".

IMTporpamma amruinpukamuu: 95°C — 3 MuH, gaiee
5 nukoB 6e3 merekunu (95°C — 10 cek, 61°C — 20 cex,
72°C — 5 cek); 3areM 40 IMKIIOB C IeTeKIMEil Ha CTagun
orxwura (KaHa FAM): 95°C — 10 cek, 61°C — 20 cek,
72°C — 5 cex. Kaxnplit o6pa3el aMIandUuLIIpoBaIn
B TPEX aHAJTUTUYECKUX TIOBTOPHOCTSIX. YPOBEHbB 9KC-
npeccun oueHuBamu npu momomu 1O “Bio-Rad
CFX Manager 2.1”. YpoBeHb 3KCIIpEeCCUH reHa uidA
BbIpaXkajii B MPOLIEHTaX OTHOCUTEIBbHO 3KCIIPeCcCUm
reHa G:SP tabaka, KomupyIoIero IIyTaMIHCUHTETa3y.

Bbuonndopmaruyeckuii aHa/IM3 TKaHecnemupmae-
CKUX MPpOoMOTOPOB reHoB AP3 v RPT2a A. thaliana. 1ns
MIpeIBapuUTEILHON 00pabOTKM M aHalIM3a HYKIeO-
THIHBIX TTOCIEIOBATEILHOCTE C MCITOJb30BAaHUEM
001IeNOCTYIHBIX 0a3 JaHHBIX UCITOJIb30BaIN OHJIANH
pecypchl Blast (https://blast.ncbi.nlm.nih.gov/Blast.
cgi?’PROGRAM=blastn& PAGE TYPE=BIlastSearch&
LINK_LOC=blasthome) u Clustalo (https://www.
ebi.ac.uk/Tools/msa/clustalo). JIaa ononHpopMaT-
YEeCKOIro aHaJ3a HYKJICOTMIHBIX ITOCIICIOBATEIbHO-
CTell MCClIeAyeMbIX MPOMOTOPOB MCIOJIb30BAIU TIPO-
rpamMbl PLACE (https://sogo.dna.affrc.go.jp/cgi-bin/s
ogo.cgi?lang=en&pj=640&action=page&page=new-
place), PlantCARE (http://bioinformatics.psb.ugent.
be/webtools/plantcare/html) B COOTBETCTBUU C PyKO-
BOJICTBOM M pPEKOMEHIAIIUSIMHU pPa3pabOTIMKOB, a
takxke TSSP u Softberry (http://www.softberry.com/
berry.phtml?topic=tssp&group=programs&subgroup=
promoter).

®U3NOJIOTHS PACTEHUM Ne 5
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PE3YJIBTATBI 1 OBCYXIEHHUE

Oco0ennocTu Kcnpeccuu uidA reHa B pa3IMIHBIX
TKAHAX TPAHCTEHHBIX pacTeHHii Tad0aka. Pe3ynbrarhl
CPaBHUTEJILHOTO aHajuM3a OCOOEHHOCTEH 3KcHpec-
CUU reHa uidA mon yrpaBjieHUEeM MPOMOTOPOB TKa-
HecreunuuHbIX reHoB AP3 u RPT2a Ha Monmenu
1IBETKOB TPAHCTEHHBIX pacTeHUM Tabaka Ha CTaiusIX
pazsutud 11, IV u VI npencrasnens! Ha puc. 1. UH-
TEHCUBHOCTb U JIOKAIU3alMUsI TUCTOXMMUUYECKOIO
OKpalllMBaHUs JIEMEHTOB 11BETKA U OKOJIOL[BETHUKA
B aHAJIM3UPYEMBIX I'PYIINax TPAaHCTEHHBIX pacTeHUit
CYLIECTBEHHO pa3jnyajiach, YTO CBUIETEJbCTBOBAIO
00 0COOEHHOCTIX (PYHKIIMOHWPOBAHUS MCCICOye-
MBIX PEryJSITOPHBIX 2JIEMEHTOB. B 11BeTKax pacTeHUi
Tabaka, y KOTOPHIX uidA reH HaxOOuJICs Mo yIIpaB-
JIECHMeM npoMoTopa reHa AP3, Ha BceX MCCIIeIyeMBbIX
cragusix pa3sutus (puc. 1) cuHee GUS-okpaiimBa-
HY€ TMCTOXMMUYECKHU BBISIBISIIOCH BO BCEX JIEMEH-
Tax 1BeTKa (32 UCKJIIOUYEHNEM ThIYMHOUYHBIX HUTEM).
MHTEeHCUBHOCTh OKpaIllMBaHUS LIBETKOB Y 7-MU He-
3aBUCUMO MOJYYEHHBIX TPAHCTEHHbIX pacTeHUl Ta-
0aka BapbUpOBaJia, OJHAKO XapaKTep OKpallluBaHUSs
3JIEMEHTOB Pa3BUBAIOILIMXCS 1IBETKOB U OKOJIOLIBET-
HUKOB B 1I€JIOM OCTaBaJICsl OIMHAKOBBIM.

I'en AP3 cornacio ABC-momenu ¢JiopaabHOTo
MopdoreHesa B LIBeTKax A. thaliana xogupyeT TpaH-
CKPUITIMOHHBIN (hakTop rpynmsl B u akcnpeccupy-
eTCs TOJBKO B JIenmecTKaxX U ThiduHKax [9, 16]. Hanu-
yre GUS-okpammBaHUs BO BCeX OCTAJIbHBIX YaCTIX
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Puc. 1. OcobenHoctu ructoxumuyeckoro GUS-okpaiimBaHust TKaHeH IBETKOB Ha TPEX CTAIUSIX MX PA3BUTHSI Y TPAHCTEHHBIX
pacTeHuit Tabaka ¢ TeHOM uidA 1o ynpaBlieHHeM TKaHeCcHeUM(MUUIHBIX IPOMOTOPOB reHoB AP3 u RPT2a A. thaliana. Mac-

mTabHasl JIMHEKa — 5 MM.

IBETKA M OKOJOLBETHUKA HOCHUT SKTOIIMYECKUIA Xa-
pakTep. PaHee aHanM3 aKTUBHOCTH IIPOMOTOPA reHa
AP3 110 xapakrepy pacnpeneneauss GUS-okpammBa-
HMsI OBLI IIPOBEIECH Ha IIPUMeEpPe TPAaHCTE€HHBIX pacTe-
HUil A. thaliana, To ecTb B €ro UICXOOZHOM Te€HETHUYE-
CKOM OKPYKEHUU, U SKTOMNUYECKOI SKCITPECCUn 00-
HapyxeHo He Obuto [10, 17]. Bonee Toro, ObLIO
MOKa3aHo, YTO IJMHA MWUHUMAJBbHOTO MPOMOTOPA,
obecrneynBalolIero KOppeKTHyIO 1o BpeMEHU U Me-
CTY JIOKAJIM3ALMU 3KCIIPECCUIO PEHOPTEPHOIO IeHa
uidA B TpaHCTeHHBIX pacTeHUSIX A. thaliana, HaxoouTCSI B
rpaHuLax 556 — 727 m.H. OT TOYKH CTapTa TPAHCKPUII-
1w [10]. B cooTBeTCTBUM C 3THM KIIOHMPOBAaHHbII Ha-
MU (pparMeHT MpoMOTOpa IIUHON 620 I.H. OT TOYKU
cTapTa TPaHCKPUNLMHK OOJKEH comepKaTb Habop
[UC-PETYJISITOPHBIX 3JIEMEHTOB, HEOOXOIMMBIX IS
KOPPEKTHOI 3KCIPECCUM PEMoOpTepHOro reHa. Tem
HE MEHee, Pery/siMsl 3Kcrpeccuu (hakKTOpoB TpaH-
CKPUITLIMU TeHOB (iopaTbHOro MopgoreHesa BecbMa
cJoxxHa. MI3BeCTHO, YTO MOJIOKUTEIbHBIM aKTUBATOPOM
TPaHCKPUIIIUM TeHa AP3, HanpuMmep, SIBISIETCS TeH
WICHTUYHOCTY (prropaibHOil MepucteMbl AP1 [16].
INpenmoiaraercst, uto APl MOXeT ACiCTBOBaTh B
KOMOMHAIUU C APYTMMU KOo(aKkTopaMu ISl II0JaB-
JIEHUSI 9KTOIMYECKOM 3KcIpeccun AP3 B mepBoOM U
YyeTBepPTOM Kpyrax (IopajbHOII MEPUCTEMBI, BO3-
MOXHO, IIyTeM IpPSMOIO CBS3BIBAHUS C OJIOKOM
CArG 3 [10]. B renome Tabaka 0O0HaApy>K€HO KaK MIHU-
MyM 1Ba AP I-TIOmMOOHBIX TeHa, SKCITPECCUPYIOIINXCS B
uBetkax [7]. BriomHe BO3MOXHO, UTO IaHHBIC TpaH-
CKPUITIIMOHHBIE (DaKTOPHI TA0AKA TT0 KAaKMM-TO ITPUY U -

HaM He B3aMMOJEHCTBYIOT C MCITOJb3yeMbIM HaMU
dparmeHTOM nNpoMoTopa reHa AP3 A. thaliana n, co-
OTBETCTBEHHO, HE MOTIYT OrpPaHUYUTL €ro TpaH-
CKPUILUOHHYIO aKTUBHOCTh TOJIbKO ITPaBUJIbLHBI-
MU, 2-M U 3-M Kpyramu (JiopajJbHO MEPUCTEMBI.
OnmHako JaHHOE MPEAIloIOXEHUEe TpeOyeT HOMOJI-
HUTEJIBHBIX UCCIIETOBAHUIA.

MOKHO IOITyCTUTh TAKKE, YTO SKTOMUICCKUIA Xa-
paktep GUS-okpammmBaHus B MCCIIEOBAHHBIX HAMU
pacTeHUsIX OOBSICHSETCS WCIIOJb30BaHUEM OMera-
JuaepHoit nmocnenoBateabHocTM BTM [18] BMmecTto
HatuBHoro 5'-HTP rena AP3 A. thaliana. 9ta 3ameHa
OblIa MPEeAINpUHSITA C LeJIbl0 YCUJICHUSI YPOBHS
TPpaHCJISILUY TPpaHCTeHa, OQHAKO U3BECTHO, YTO B PsI-
JIe cayJaeB TKaHeCHeIU(PUIHOCTh HAaKOILJICHUS Oell-
Ka omnpeaessieTCsl He TOJIbKO Ha TPAHCKPUITLIOHHOM,
HO U Ha TPaHCJISIIMOHHOM ypoBHe [19].

B uBerkax pacteHuit Tabaka ¢ reHoM uidA mon
yIpaBjieHHEeM mnpomoropa reHa RPT2a Ha Bcex uc-
crenyeMbIx ctagusx pasButust GUS-okpammBaHue
BBISIBJISIJIOCHh B 1IBETOHOXKE M 1IBETOJIOXE, U OYEHb
cllaboe — B pa3BUBAIOIIUXCS JierecTkax (puc. 1).
OkpalivBaHUe TaKUX JIEMEHTOB 1IBETKA KaK IMECTUK,
3aBs13b, TBIMMHKU U TBIMUHOYHBIE HUTU OTCYTCTBOBAJIO.
Cabpblii xapakTep OKpalllMBaHUs OTAEIbHbIX DJIEMEH -
TOB 1IB€TKa, JMOO TOJIHOE OTCYTCTBUE OKpalluBa-
HUSI, OBLJIO XapaKTepHO JIsI BCeX 8-MU HE3aBUCUMO
MOJYyYEHHBIX TPAHCTE€HHBIX pacTeHU Tabaka.

I'en RPT2a, xonupytoniuit AT®a3y B coctaBe 19S
peryiIsaTOpHOil CcyObeIMHUIBI 26S MpoTeacoMbl y
A. thaliana, HeoOXoouM IUISI TIOAAEPKAHUS KIETOU-

®U3NOJOTUI PACTEHUM tom 68 Ne 5 2021
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Puc. 2. OCOGEHHOCTY TMCTOXMMHUYECKOTO OKPALIMBAHUSI TKAHEH y IBYX IPYIIT TPAaHCTEHHBIX pacTeHUI Tabaka ¢ reHOM uidA
o yIpaBJeHUEM TKaHeCIIeHU(MUUHBIX TPOMOTOPOB IreHOB AP3 u RPT2a A. thaliana. (a) — (B), (K), (1) — pactenust AP3,;
(r) —ubpun F{ AP3; (e) — (3), (M), (H) — pactenns RPT2a; (n) — rubpun Fy RPT2a; (1) — HeTpaHCTeHHBII KOHTposb SR1.

MacirabHas JIMHeKa — 3 MM.

HOM opraHM3alliy allMKaJIbHBIX MEPUCTEM BEreTaTUB-
HbIX TKaHeil [6, 11]. Ero neiicTBue 3aKiIto4aeTcs B pe-
TYJIMPOBAaHUM BPEMEHU U HATIpABJICHUS NEeJICHUS KJIe-
TOK KaK B MEpMCTEMaxX MOOEroB, TaK U B MEPUCTEMAX
KopHeii [11]. KpomMe Toro, mokasaHo, uro RP7T2a wH-
rUOUpYeT Mepexol OT MUTO3a K SHIOPESAYIINKALINY B
KOHTpPOJIBHO# Touke G2/M KJIeTOYHOTO IIUKJIA [6].

M3BecTHO, uTO B reHOMe A. thaliana RPT2 AT®a3za
19S perynsTopHO# CYyOBeTMHULIBI 26S TTPOTEaCOMBI KO-
JIMpPYyeTCs OBYMSI OyTUTMLMPOBAaHHBIMU TeHaMu RPT2a
u RPT2b. TpaHCKPUNTHI 3TUX TEHOB OOHAPYKUBAIOTCS
B CaMbIX pa3IMYHBIX TKAHSIX M OpraHax, BKJIIoJasi cTe0-
JIW, JIUCThSI, KOPHU U J1aKe LIBETOUYHbIE OYTOHBI, a MX
OeJIKOBbIE MPOAYKThl 00JIANAIOT BBICOKON CTEEHBIO
TOMOJIOTUM U Pa3I4YaloTCs BCEro TPeMsI aMUHOKIC-
JIOTHBIMU ocTaTKamu [6, 11]. Takum obpazom, RPT2a n
RPT2b nnpomoTtopsl A. thaliana oGecrieunBaroT onpene-
JICHHBII YPOBEHb 3KCIIPECCUU ITeHa uidA 1 Toce mpe-
BpallleHUsI BEreTaTMBHON MEpUCTEMbl B T€HEpaTHB-
HYI0, YTO TIO3BOJISIET OO0BbsICHUTH Hamuuue GUS-
OKpalllMBaHWsI B OTHOEJbHEIX DJIEMEHTAxX IIBETKAa U
OKOJIOLIBETHUKA Y TPAHCTEHHBIX pacTeHUiT Tabaka.

Ha pwuc. 2 mpencraBieHBbl pe3yJbTaThl CpaBHU-
TeapHoro aHaiusa GUS-okpalmimBaHUsSI TpaHCIEH-
HBIX pacTeHUWii TabaKa, pa3INJarolInXcs MEXIY CO-
0011 TT0 IBYM THUIIaM ITPOMOTOPOB reHoB AP3 1 RPT2a

OU3HUOJOTUA PACTEHUM  tom 68 Ne 5 2021

A. thaliana. T'nctoxuMmndecKoe OKpallrBaHUE BhISB-
JISIJIOCh B aIllMKAlIbHBIX MEpUCTEeMaXx CTeOJisI, BIOJb
JIMCTOBBIX KMJIOK CEMSIIONIEN M MEPBHIX HACTOSIIMX
JIMCTheB (pHC. 2a—T; e—u1). TKaHU TUIIOKOTWIISL Y MO-
HOMHCEPIUMOHHBIX TOMO3UTOTHBIX PACTCHUIA, 3a pelI-
KM HCKJIIIOYeHHeM (puc. 23), HE OKpalluBalIUCh.
Takxke GUS-akTUBHOCTb BBISBIISIACH BO BTOpHY-
HBIX MepUCTeMax 30H BETBIICHUSI KOPHEW, B MepU-
cTeMax KOHYMKOB KOPHeil U B TKAHIX KOPHSI, THOTIA
3axBaThIBasi 30HY KOPHEBBIX BOJIOCKOB (pUC. 2K—H).

WNutepecen ToT dakT, 4TO HECMOTPS Ha BapHa-
o6enpbHOCTh GUS-oKpallluBaHUsSI Yy HE3aBUCUMBbIX
TpaHc(OPMAHTOB M WX THOPUIHBIX KOMOWHAIIWIA,
HabJrogaeMast KapTiHa ObIj1a CXoXa JJIs 00eUX TPYIIIT
HCcCeIyeMbIX pacTeHnii Tabaka. OmHaKO, eCciIu Ojs
npomMoTopa reHa RPT2a HaGmonaeMblii TUI 3KCITpeC-
cnn uidA reHa sIBJIsieTCsl HOPMOIA, TO TSI TIPOMOTOpa Te-
Ha AP3, konupymolero (akTop TpaHCKpUILUU (JIo-
paspHOTO MOpdoreHesa A. thaliana, 3Kcripeccust B Me-
pucTeMax U TKaHSIX BEreTaTHBHBIX OPraHOB SIBJISIETCS
aKTOnMM4eckoi. ¥ myranTa A. thaliana no reny CLF
(curly leaf), oTHOCS11IETOCSI K CeMeiiCTBY TeHOB poly-
comb, Haymmaue TpaHcKpuiTa AP3 1eTeKTUPOBAJIOCH
B nucThsix [20]. Tem He MeHee BBISIBJIEHHBIA HaMU
TUIT DKTOIMMYECKOIrO IIPOSBICHUS TeHa uidA mop
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Tab6auna 1. CnelinuIHOCTb IKCIPECCUN TeHa UidA B TKaHSIX U OpraHax TpaHc(OpMaHTOB Tabaka.

Mepuctemsbl DJIeMEHTHI LIBETKA U OKOJIOLIBETHUKA
pomorop LIBETOHOXKA
crebiieBast | KOpHeBast YalIeJUCTUKU | JIETIECTKU | THIYMHKU MECTUK 3aBI3b
U LIBETOJIOXE
AP3 + + + + + + + +
RPT2a + + + — + — — —

yIpaBJeHUeM NpoMoTopa reHa AP3 paHee onucaH B
JUTEpaType He OBLI.

ITokazaHo, uto pacnpeneiaeHne GUS-akTuBHO-
CTU B TPAaHCTE€HHEIX pacTeHUsIX A. thaliana nerepmu-
HUpyeMoit TeHoM uidA 1ion ynpasiieHueM RPT2a n
RPT2bh mpoMOTOPOB B LICJIOM SIBJISICTCSI CXOOHBIM U
otpaxaet Jokanuzauuro MPHK. Tem He MeHee,
RPT2a mpomoTop obecrieumBacT 0oJiee BEICOKYIO aK-
TUBHOCTb PEMOPTEPHOIO T'eHa B MepUCTeMax Iode-
roB, a RPT2bh — B MepucTeMax Io6eroB 1 KOpHeii [6].
Takum o6pa3om, pe3yJIbTaThl, IIOJIy4YeHHbIE HAMU Ha
MOJIeJIN TPAaHCTEHHBIX PAaCTeHUI Tabaka, B KOTOPBIX
reH uidA Haxomwujcs IIoH yIIpaBJIEHMEM IIPOMOTOpa
RPT2a, coBmanaroT ¢ pe3yiabTaTaMU, ITOJyYeHHBIMHA
Ha MOJIeJIM TPAaHCTEHHBIX pacTeHuil A. thaliana.

CoriracHO CyMMHWPOBAaHHBIM JaHHBIM, ITPEICTaB-
JICHHBIM B TaOJ. 1, TIpMeHeHHue IpoMOoTopa TeHa
AP3 B couetanuu ¢ 5'-HTP BTM B rereposornyHoit
cucrteMe (B reHOMe Tabaka) MPUBOIUT K IKCIIPECCUN
penopTepHOro reHa IMpakTUYeCKU BO BCeX dJIeMEHTaxX
IIBETKA M OKOJIOLIBETHMKA, a TaK:KE€ B CTEOJIEBBIX U
KOpPHEBBIX MepucTeMax pacteHuii. [IpoMmoTop reHa
RPT2a, HaTIpOTUB, B TeTEPOJOTUIHOMN CUCTEME DKC-
IIPECCUU BBICOKO aKTUBEH TOJILKO B CTEOJIEBBIX aIli-
KaJIbHBIX MepUCTeMaX, MEHee aKTUBEH B KOPHEBBIX
MepHcTeMax, a B LIBETKe 00eCcIeyrBaeT 3KCIIPECCUIO
PEIIOPTEPHOIO IeHa TOJILKO B OIPEIeICHHBIX YacTIX
(LIBETOHOXKKaA, IIBETOJIOXKE U JICTICCTKH).

Takum o6pa3om, pe3yabTaTbl CPaBHUTEIBHOTO
aHanuza rtucrtoxumuueckoro GUS-okpaimBaHus
TKaHEel 1IBETKOB JIBYX IPYMIT TPAHCTEHHBIX PACTEHUNA
Tabaka c reHOM uidA o yrnpaBJieHUEM TKaHeCTIeII -
(UYHBIX IIPOMOTOPOB TeHOB AP3 11 RPT2a A. thaliana
MOoKa3ajii, YTO y3Kasl CHelU(pPUIHOCTb PEryJSITOPHbIX
2JIEMEHTOB He Bceraa 3(hGeKTUBHO COXpaHSIETCS TTPU
HX COYeTaHMU ¢ anbTepHaTuBHbIMU 5'-HTP n/unm ne-
peHoce B HOBOE T€HETUYECKOE OKPYKEHUE IPYTUX BU-
JIOB pacTeHuii. IIpy 3ToM MOXHO MPEaIoJ0XUTh, YTO
U3MEHEeHUe crelM(PUIHOCTU TPOMOTOpPA, KaK MoKasa-
HO HaMU Ha TIpumMepe rpomoTtopa AP3, MOXET CITyKUTh
pPACIIMPEHUIO BO3MOXHOCTEI €ro MCIIOJIb30BaHUSI B
TeTepOJIOTMYHBIX CUCTEMaX 9KCITPECCUM, UTO HAXOIUT
MOATBEPXKIECHUE U B IPYTUX MCCIeN0BaHMSIX [21].

IMockonbKy 06a nccieayeMbIX IIPOMOTOpa TeHOB
AP3wn RPT2a A. thaliana 66111 CIOCOOHBI COXPAHSITH
CcBOU (pyHKIIMU B TeHOME TPaHCTEHHbIX PaCTEHUM Ta-
0aka, IIpyuyeM aKTHMBHOCThb IIpoMoTopa reHa AP3
MPOSIBIISITIACH KAaK AKTOIMMYECKas, TIPEICTABIISIIO NH-

Tepec MPOBECTU CPaBHUTENIbHBIN aHaIU3 3(PHEKTUB-
HOCTH 3KCIIPECCUM T'eHa uidA nmon yrpaBJieHUEM 3TUX
IIPOMOTOPOB B MepHCTeMaxX cTeOinsT W KopHsa. s
9TOro ObLIa TpPOBeAcHa OlIGHKAa aKTUBHOCTU ep-
MeHTa [-IIIOKYpOHUIa3bl B MEpUCTEMAax TPAHCTEH-
HBIX pacTeHUIT Tabaka.

CpaBHUTE/bHbIN AHAJIM3 AKTHBHOCTH [-IIIOKYpO-
HHUIa3bl B MEPHCTEMAX TPAHCTEHHBIX PACTEHHIA Ta0aKa.
Pesynbratel cpaBHUTEILHOTO aHAJIM3A 10 aKTUBHO-
cTH B-IIoKypoHUIasbl B MepucreMax T,-TIOTOMKOB
OT CaMOOITbIJICHUSI He3aBUCHMO TTOTYISHHBIX TPaHC-
TeHHBIX pacTeHU TabaKa ¢ OOHOI MHCcepIMeil reHa
uidA mop ympapjieHUEM IIPOMOTOPOB I'eHOB AP3 u
RPT2a npencraBieHEI Ha pUc. 3.

Kak BunHO Ha puc. 3, 111 00enx aHAJIM3UPYEMbIX
TPYIII pacTeHWId XapaKTepHa IIIMpoKash Bapuadeib-
HOCTh 110 aKTUBHOCTHM [-TIIOKYypOHMIa3bl. B TKaHsix
pacTeHmit Tabaka ¢ TeHOM uidA Ton yrpaBjeHAEM IIpo-
Motopa AP3 BbisiBiIeHbI 20-TH KpaTHbIE MPEBbILIICHUS
MaKCUMAaJIbHbIX 3HAYEHUI M0 aKTUBHOCTU aHAJIM3UPY-
emoro pepmenTa (1.57 = 0.10 MkM 4-MU/ (Mr MuH)
JUIs1 pacTeHUs aS5) Hag MUHUMaIbHBIMU (0.08 = 0.01
nJist pacteHus al). Eue 6osiee 3HaYUTENbHBIE OTJIU-
Yusl 110 aHATM3UPYEMOMY MPU3HAKY ObLIY BbISIBJIEHbI
IIJIsl pacTeHUIi Tabaka ¢ TeHOM uidA moj yrnpaBJIeHU-
eM rpoMoTopa RPT2a. Tak, HaripuMep, MaKCUMaJlb-
HO€ 3HaYeHUEe aKTUBHOCTHU y PaCTEHUS 18 COCTaBUIIO
1.20 £ 0.11, a MuHUManbHOE y pacTeHus r2 — 0.03 £
+ 0.01 MKM 4-MU/ (Mr MUH), C IpEBBIIIICHUEM MaK-
CUMaJIbHOTO 3HauY€HUsI aKTUBHOCTU (bepMeHTa II0o
cpaBHeHMIO ¢ MUHUMaIbHBIM B 40 pa3. CoriacHo
kputeputo Kpackena-Yoinuca, misi HermapameTpu-
YECKOI0 CpaBHEHMS AAHHBIX MO aKTUBHOCTU Gdep-
MEHTa MEXIy MCCIeAyeMbIMU TPyMNIaMu pPacTeHUIA
nocroBepHbIX oTmumii (H (1; N = 15) = 0.4821442,
p = 0.4875) He BBISIBIICHO.

IMToslyyeHHBIE pe3yabTaThl CBUIETEIBCTBYIOT O
TOM, 4TO 006a IIPOMOTOPA B 1LIEJIOM C OAMHAKOBOM 3(-
(GEKTUBHOCTBIO O0ECIIEYMBAIOT HapaOOTKy TpaH-
CKpUIITa UCCIIENYEMOTO PEINopTepHOro reHa uidA n
MOTYT OBITh MCIIOJIb30BaHBI B KAUECTBE PETYISTOP-
HBIX 2JIEMEHTOB IIJISI OKCIIPECCUU TPAHCTEHOB B Me-
pucTeMaTU4YeCKUX TKaHSX pacteHuii. HecMoTpst Ha
SKTOMMMYECKUI XapaKTep 9KCIPECCUU, TIPOMOTOP Tre-
Ha AP3 A. thaliana c ycieXoM MOXKET OBITh UCTTOJIB30-
BaH IIpU CO3JaHUM TeHHO-MHXEHEPHBIX BEKTOPOB
JIJIsI 9KCITPECCUM 1IeJIEBBIX T€HOB B CTEOIEBBIX U KOP-
HEBBIX MEpHCTEMAX.
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rl 2 3 M 5 6 17 18

Puc. 3. AKTUBHOCTb 3-IJTIOKYPOHMIA3bl B MEPUCTEMAX TPAHCTEHHBIX PACTEHU I TabaKa ¢ TeHOM uidA Noj1 yripaBieHUeM TKaHe-
neuu@UUHBIX IIPOMOTOPOB A. thaliana. al—a7 — reH uidA non ympasiieHUeM IpoMoTopa reHa AP3; r1—r8 — reH uidA non

yIIpaBJIeHHEeM ITpoMoTopa reHa RPT2a.

Hab6momaemass BapnabeIbHOCTh MO aKTMBHOCTU
B-raroKypoHMIa3bl y aHAIU3UPYEMbIX TPAHCTEHHBIX
pacTeHMii Tabaka MOXET ObITh CBSI3aHA C pa3IMYHBIMU
¢dakTopaMm, B YaCTHOCTH, C OCOOCHHOCTSIMHM OpTa-
HU3allMM XpoMaTuHa B paiioHax BcTpoiiku T-IHK,
OpraHu3almed caMMX MHCEPLUMIA U UX KOITMUHOCTHU.
BapuabenbHOCTB IO 3KCIpecCuy TPAaHCTEHOB, MHTEe-
rPUPOBAHHBIX B pa3HbIE paliOHbI TeHOMA, TIPOJIEMOH -
CTpUpOBaHa BO MHOTUX paboTax [22—24]. locTtoBep-
HOE yBEJIMYEHWEe aKTUBHOCTHM [-IJIIOKYpPOHUIA3bl B
TKaHSX TPAHCTEHHBIX paCTeHUI TabaKa Ipu OObEIHE -
HUM B TEHOME JIByX KOINIA TeHa uidA 1on yrpaBjieHIEM
KOHCTUTYTHBHOTO 35S TIpomMoTOpa BHpyca MO3anKH
LIBETHOM KaITyCThI OBIJIO TI0OKa3aHO HaMu paHee [25]. B
CBSI3U C 9TUM IIPEACTABIISIIIO MHTEPEC IIpOoaHaIN3M-
pOBaTh B3aMMOCBSI3b MEXIY aKTUBHOCTbBIO (DepMeHTa
B-rmokyponunassl 1 KonmudectBom MPHK, TpaHc-
Kpuobupyemoii ¢ uidA reHa, He TOJIBKO Y TOMO3UTOT-
HBIX TPAHCTEHHBIX PACTEHUI, Pa3IMYaIOIINXCS 10 aK-
TUBHOCTH (pepMeHTa, HO U Y THOPUIOB MEXKIYy HUMU.

AHaM3 B3aMMOCBSI3M AKTHBHOCTH [3-TJIFOKYPOHH/IA3bI
¢ HakomienueM MPHK B MepucTemMax TpaHCreHHBIX pac-
TeHHii Ta0aka. Pe3yIbTaThl KOJTMYECTBEHHOTO aHAIN3a
MPHK, tpaHckpunoupyemoii ¢ uidA reHa o, yrpaBiie-
HYEM IBYX MCCJICAYEMBIX TKaHECIIeM(PUIHBIX ITPOMO-
TOPOB, Y aKTUBHOCTHU €T0 OEIKOBOTO IIPOAyKTa Y He3a-
BUCHMO ITOJTy4YEHHBIX TPAaHCTEHHBIX paCTeHUM Tabaka, a
TaK>Ke TMOPMAOB MEXX Iy HUMU, IIPEICTABJICHEI B TA0I. 2.
CorrocTaBisisi TTOAyYeHHBIE MaHHBIC, CIEOyeT OTMe-
TUTh OTCYTCTBHUE OYEBUIHOM MPSIMOM B3aMMOCBSI3U
MEXIy 3TUMU ITapaMeTpaMu, TO €CTh (pepMeHTaTUB-
Has akTUBHOCTH Oenka GUS He Koppenupyer ¢ Ha-
OJIromaeMbIMHM (PITYKTYALIMSIMU 1O 3KCIIPECCUU COOT-
BETCTBYIOIIETO TPAHCKPUIITA.

B xauectBe nmpumepa Ha puc. 4 ipeCcTaBIeHbI JaH-
HbI€ CpaBHUTEIbHOIO aHaau3a HakorieHuss MPHK re-
Ha uidA n akTuBHOCTH (hepMeHTa B-IITIOKYPOHUIA3BI

®U3NOJOTUI PACTEHUM  Ttom 68 Ne 5 2021

B TKaHAX 6-TW HEIEeIbHBIX TPAHCTEHHBIX PACTCHMIA
Tabaka, KOHTPACTHO Pa3TNJAIONINXCS IO SKCIIPECCUN
pEeropTEpPHOTO TeHa, a TaKKe B TKaHSIX TMOpunoB F,,
MTOJTyYEHHBIX OT UX CKPEITBaHUSI.

B cnaygae ucnonb3oBaHus nmpomotopa AP3 HU3-
Kuii ypoBeHb HakorieHnss MPHK B TkKaHSIX MOHOWH-
CepLUMOHHBIX TOMO3UTOTHBIX pacTeHuit auHuu al
(7.50 £+ 0.60%) cooTBeTCTBOBaJ HM3KOM AKTUBHOCTH
depmenta (0.08 = 0.01 MkM 4-MU/ (Mr MuH)), B TO XXe
BpeMs1 Oosiee Bbicokuit yposeHb MPHK y pactenuii a2
(102.10 % 12.10%) koppenupoBai ¢ 60jee BBICOKUMU
3HAaYCHUSIMU (PepMEHTAaTUBHON akKTUBHOCTH (1.27 *
+ 0.10 MM 4-MU/ (Mr MuH)). AHaJJoTU9HAasI CUTya-
1St HaOJIoaaIach U B cllydae UCTIOJb30BaHUS MPO-
MoTopa RPT2a (puc. 4). bojiee HUBKOMY 3HaYEHUIO
Hakorienus MPHK (37.70 £ 2.60%) y pacrteHwmit
JIMHUU 17 COOTBETCTBOBaja U HU3Kasi aKTUBHOCTD
depmenTa (0.27 =+ 0.01 mxM 4-MU/ (Mr MuH)), a
6onee BBICOKOMY ypoBHIO MPHK (161.60 =+
+22.40%) y pacTeHunit TUHUMU 14 COOTBETCTBOBAJIA
OoJjiee BbICOKash akTHMBHOCTb ¢depmenta (0.71 =*
* 0.12 MM 4-MU/ (mMr muH)). OgHako npu o0b-
€IMHEeHUM ABYX He3aBUCcUMbIX MHcepuuii T-JIHK B
reHOMe TMOPUIHBIX PACTEHUU TMOIOOHOW KOppess-
IIMM MEXIy YPOBHEM HAaKOIUIEHUsI TPaHCKPMIITa U
¢depMEeHTATUBHOI aKTUBHOCTBIO HE HaOII0maIoCh.
Taxk, y rubpunnsix pacreHuii F; (al X a2) ¢ npomoTo-
poM reHa AP3 ypoBeHb 3KCIIpeccun uidA-TeHa 1o Ha-
KoruteHno MPHK 3HaunTeIbHO MPEBBICKIT 3TOT MOKA-
3aTelib y ponuTesibckux dopm (343.20 £ 41.00%), B TO
K€ BpeMsl aKTMBHOCTb [3-IJIFOKYPOHHMIA3bl 3aHsuIa
JIMIIB TIpoMexyTouHoe nonoxenue (0.42 = 0.03 mxM
4-MU/ (Mr MuH)), CYLLIECTBEHHO YCTYIIMB OOHOM M3
poauTtenbckux opM (Tadi. 2; puc.4a, 6). I1pu 06b-
eIMHEHUU OBYX UidA TEeHOB MO, YIIpaBJIEHUEM IIPOMO-
Topa reHa RPT2a B rubpuaHom reHome (F, r4 X 17) ak-
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Puc. 4. CpaBHuTenbHBIN aHanm3 HakoruieHust MPHK reHa uidA v ak TMBHOCTH 3-TJIIOKYPOHUIA3bl B TPAHCTEHHBIX PACTEHMU -
sx Tabaka u ruépunax F ot ux ckpemnsanus. (a), (B) — konnuectso MPHK, % or MPHK rena GSP; (6), (r) — aKTUBHOCTb
B-rmokyponnnassl, MKM 4-MU/ (Mr muH). O6o3HavyeHust: al, a2 — uidA nox yrpasieHueM mpomoropa ap3, F; (al x a2) —
rubpun ot ckpemubanud al u a2; r4, r7 — uidA non ynpasieHueM npomoropa RP72a, Fy (r4 X 17) — rubpun ot cKpelusa-
HUS 14 U 17.

Ta6smna 2. XapakTeprcTHKa TPAaHCTEHHBIX PACTEHUI Tabaka ¢ reHOM uidA o HakoruteHuio MPHK u aktuBHOCTH B-iI0-
KYpPOHMIa3bl.

MKM 4-MU/ (Mr MUH)

MOH(I))I;HC{TC:I?;;I;H;(H; ggﬁg:l;(:THme Kosuectso MPHK rema uidA, % AKTHUBHOCTbH [B-TJTIOKYPOHUIA3HI,
al 7.5+0.6
a2 102.1 £ 12.1
a3 19.8 +4.2
a4 31.2+4.9
a5 -
a6 —
a7 _
F,a3 x a4 58.8 £ 4.8
F,a2 x a4 72.8+£7.0
F,a2 x a3 84.8 £ 8.6
F,al x a2 343.2 +41.0
F,al x a4 36.8+5.9
F,al x a3 79.9 £ 6.0
rl -

2 -

r3 -

r4 161.6 = 22.4
r5 -

r6 -

r7 37.7+2.6
8 -
F,r4 x 17 90.7 + 1.2

0.08 £0.01
1.27+£0.10
0.30 £ 0.05
0.19 £0.02
1.57£0.10
0.17 £ 0.02
0.20 £0.02
0.36 £ 0.05
0.44 £+ 0.03
0.31 £0.01
0.42+0.03
0.15+0.03
0.25+0.05
0.12+0.03
0.03+0.01
0.13+£0.04
0.71 £0.12
0.10 £ 0.01
0.51 £0.04
0.27 £ 0.01
1.20 £ 0.11
0.80 = 0.09

®U3NOIOTVI PACTEHUI

TOM 68 Ne 5



OCOBEHHOCTMU BKCITPECCHUUN T'EHA uidA

TUBHOCTb [3-TJTFOKYPOHUIA3bl, HATPOTUB, HE3HAYMTE b~
HO BO3pacTajia, MPEeBbICUB MOKa3aTeJ POIUTETHCKUX
dopm (0.80 = 0.09 MkM 4-MU/ (Mr MuH)), Ha (poHe
MPOMeXyTOUHbIX 3HaueHui (90.70 £ 1.20%) ypoBHS
MPHK (Ta6ma. 2; puc.4B, 1).

IMockonbKy aHamIM3UpyeMble TPAHCTEHHBIC pacTe-
HUS NMPEACTaBIsLIN co00ii moToMCcTBO T, MOHOMHCED-
LIMOHHBIX TOMO3UTOT, TIOJIyYYEHHBIX B pe3yJIbTaTe UHTE-
rpauuy eqHUYHBIX uHcepuuit T-IHK B cnyvaiiHbie
paiioHBI PaCTUTEILHOIO TeHOMa, HaOJIF0maeMBblil ITO3H-
LMOHHBIN BKJIam obyact mHTerpauyu T-JIHK B reHom
TPAHCITE€HHOI'O PacTECHUSI COIPOBOXKAAICS Pa3IMUHOMN
TPaHCKPUNILIMOHHON aKTUBHOCTBIO TPAHCTEHOB B CO-
cTaBe uHcepimu [22, 24]. OnHako HabMogaeMble HAMU
HecooTBeTCTBUS MexXny ypoBHsiMu MPHK u nx 6emko-
BBIX IIPOOYKTOB CBUACTEJIECTBYIOT O CYIIIECTBOBAHUU
CJIOXHBIX U BCE €I1Ie MaJIo U3YYeHHBIX MEXaH3MOB JIe-
KooupoBaHUSI reHoMa. JlaidpHeliinass cyapba 1r000ro
TPAHCKPUIITA MOXKET OIPENeIIThC MHOTOYMCIIEHHBI-
MU PETYJISTOPHBIMU 3JIEMEHTAMM, CKPBITHIMU B X HYK-
JIEOTUIHBIX KOHTeKCTax [26]. B HacTosImmii MOMEHT
MMOMCK TaKMX PEryJISITOPHBIX 3JIEMEHTOB 1 IIPOBEPKA
UX aKTUBHOCTU SBJISIETCS BECbMa BAXXKHOW 3amayei,
IOCKOJIBKY ITO3BOJISIET CO30aBaTh CUHTETUYCCKIUE TIPO-
MOTOPEBI, agallTUPOBAaHHbBIE MOI KOHKPETHBIC OMOMH-
JKEHEepHbIE 3a/1auM, a TakKe HCCIeIoBaTh TOHKHWE Ha-
CTPOIMKY TeHHOM 3KCIIPEeCCHU KaK Ha TPAHCKPUIIILIOH-
HOM, TaK 1 Ha TPAHC/ISLIIOHHOM YpOBHsIX [4, 26—28].

CpaBHUTEIbHBII aAHAJIN3 HYKJIEOTHIHBIX MOCJIEI0-
BaTeJbHOCTEH TKaHecTenu(pUIHBIX MPOMOTOPOB T€HOB
AP3u RPT2a A. thaliana. Baxiiyio poib B o0ecriedeHIN
crieuPUIHOCTU (PYHKIIMOHUPOBAHUS TTPOMOTOpPA
JIIOOOTO TeHa UrparoT LIMC-PETYISITOPHbIE JIEMEHTHI,
MpeACTaBISIoNIME COO0I KOPOTKUE HYKIJIEOTUIHBIE MO~
CJIeI0BaTEIbHOCTH, BXOISIIME B €T0 CTPYKTYPY 1 00ec-
MevyrBalollle B3aMMOAeCTBUE C Pa3IMYHBIMU TPaH-
CKPUITIMOHHBIMU (paKTOpaMu, B TOM UUCJIE U B OTBET
Ha BO3JeicTBME BHEINHUX (akTopoB cpennl [1, 2,
27]. Ilpm ciyvaitnoit mHTerpanuu T-JAHK uHcepumii
B pa3iMuHbIe paiiOHbI Yy>KEPOIHOTO FTeHOMa B3auMO-
JIEACTBUE PETYJISITOPHBIX D3JIEMEHTOB TpaHCIreHa U
TPaHCKPUMLIMOHHBIX (DaKTOPOB B pailoHe MHTerpa-
LIUM UHCEPLIMU MOXET U3MEHSThCS U MPUBOAUTH K
9KTOMUYECKON 3Kcmpeccuu. B cBs3u ¢ aTUM OBLIO
BeCbMa MHTEPECHO MPOBEPUTH, KaKHUe LIUC-PETyJIsi-
TOPHBIE DJIEMEHTHI MOTYT BXOJUThb B COCTaB UCCJIETY-
€MBIX TKaHeCIeM(PUUHBIX TIPOMOTOPOB, U MOTYT JI1
OHU OKa3bIBaTh KaKoe-JIM0O0 BJIUSHUE HA OCOOEHHO-
CTU 9KCIPECCUM PETIOPTEPHOIO reHa B HOBOM TeHe-
TUYECKOM KOHTEKCTe reHoMa Tabaka.

CrnemyeT OTMETUTh, YTO OMOMHGOPMATUIECKUIA
aHaJIM3 TIOCJIETOBaTSIILHOCTA TIpoMoTOopa reHa AP3
BBISIBUJT BOBMOXHOCTh Hayajla TpaHCKpUITLIMKA Ha 191
HYKJICOTHZ, paHee, 4eM ObLIO OIpenesIcHO SKCIIepH-
MEHTaJIbHO. [IpM KOHCTpyMpOBaHMU BEKTOPOB IS
SKCIIPECCUHU B paCTEHMSIX 32 TOUKY Hadayia TPaHCKPUII-
LMK OBLI IIPUHSAT 5'-KoHel HanboJee mmmHHoi MPHK
reHa AP3 A. thaliana, cymiecTBOBaHWE KOTOPOI OBLIO

®U3UOJIOTHS PACTEHUN Ne 5

TOM 68 2021

497

MMOKAa3aHo AKcnepuMeHTaAIbHO [29]. [TocKobKy mim-
Ha 5'-HTP sroit MPHK cocTaBnsiia Tonbpko 36 ILH.,
OBLIO IIPUHSTO PElIeHNE C 1IeJIbIO MOBHIICHUS 3P deK-
TUBHOCTH TPAHCISIINKA 3aMEeHUTh HaTUBHBIN 5'-HTP
reHa AP3 A. thaliana na omera-nuaep BTM [18].

buoundopMaTuyeckuii aHaau3 IO3BOJUJI BBI-
SIBUTH B CTPYKTYpPE UCCIIEIYEMBIX IIPOMOTOPOB OKOJIO
20 mUC-peryasiTOpHBIX 3JIEMEHTOB, YaCThb KOTOPBIX
ObUIU TIEPEKPBIBAIOIIUMUCS, TO €CTh OOHApyXKUBa-
JIMCch B 0obomx mpomotopax (tadi. 3). Cpenu 1epe-
KPBIBAIOIIMXCS 3JIEMEHTOB OBLIN BBIACIESHBI BHICOKO
KOHCEpBaTUBHBIE BJIEMEHTBI KOPOBOIO IMPOMOTODA.
K sumM otHOCsITCs1 TATA—60KC, CAAT-MOTHB (TabmI. 3).
Jasg mpomoTtopa RPT2a Taxke ObLIa BBIIEIICHA IT0-
cinenoBateabHOCTh  CAN(A/C)(A/C)(C/A)C(C/A)
N2A(C/A) caiita nHnnuanuu TpaHckpunuuu. Co-
yeTaHue ooHapy:keHHBIX TATA-OoKca 1 caiita MHUIIN-
aluy TPaHCKPUIILMU XapaKTepHO AJIsl IPOMOTOPOB Te-
HOB PacTeHMIA ¢ BEICOKUM ypoBHeM 3kcrpeccum [30].

CremyeTr OTMETUTB, YTO GOJIBIIIAS YACTh BEISBICH-
HBIX ITUC-PETYISTOPHBIX JIEMEHTOB TeM WM MHBIM
00pa3oM CBsI3aHA C OTBETHBIMM peaKILIMsSIMU Ha pas-
JIMYHBIE CTPECCOBEIC Bo3AckicTBY (Tab. 3). BriomHe
BEPOSITHO, YTO UMEHHO TaKOM THIT PETYJISIINM XapaK-
TepeH IIJIsl IPOMOTOPOB IeHOB, (PYHKIITMOHUPYIOLINX
B MEPUCTEMATHYECKUX TKAHSIX, KPUTUYECKU OTBET-
CTBEHHBIX 3a POCT 1 Pa3BUTHE PACTeHUI HA pa3HBIX
aTafnax OHTOreHe3a.

Haubonbiimii yHTEpeC B JaHHOM MCCIICIOBAaHUU
MPEICTABISUIA MOTUBBI, MMEIOIIE TOMOJIOTUIO C IIMC-
PEryISITOPHBIMU 3JIEMEHTAMU IIPOMOTOPOB, OITMCAH-
HBIMU 1J1s1 pona Nicotiana, TIOCKOJIbKY UMEHHO OHMU C
HauOOJIbIIeil MOJeii BEpPOSITHOCTY MOIJIM BIMSTH Ha
KCIIPECCUIO PENTOPTEPHOTO TeHa uidA y TIOMydeHHBIX
TpaHCTeHHBIX paCTEHUI. AHAIN3 MOCIeA0BaTEIbHO-
cTeil BBISBUJI BCETO 6 TAKUX PETYISITOPHBIX MOTUBOB,
13 KOTOPHIX 3 OTHOCWIUCH K Buny N. glutinosa L., n
3— k N. tabacum (tabn. 3). IlociaemoBaTenbHOCTh
nmpoMoTopa reHa AP3 Bkiodajia MOTUBBEI, TOMOJIO-
TMYHbIE 2JeMEHTYy KopoBoro Impomortopa (CAAT-
box) u 3JeMeHTY OTBETHOM peaKlIMM Ha MopaHEeHUe
(WUN-motif), xapaktepHbie 1151 N. glutinosa. B nocne-
JIOBaTeJIbHOCTU ITpoMoTopa reHa RPT2a 19S cyobenu-
HUIBI 26S TIpoTeacoMbl OOHAPYKMIUCH YIACTKU, TO-
mosiormuHble AuxRE 1 TCA sieMeHTaM, a TakKkKe
TC-rich moBTOpaM, OTBEUArOIIMM Ha ACHCTBUE ayKCH-
Ha, CaJTULIWIOBOM KUCIOThl Y MHIYLIMPYIOIIUM CTpEC-
COYCTOMYMBOCTb COOTBETCTBEHHO. B mTaHHOM IIpOMOTO-
pe BBIIBWICS MOTHB, TomonorngHelii ERE-amemenTy
N. glutinosa, oTBeyarIleMy Ha BO3ICUCTBUE 3TUJIEHA
(tabn. 3). PyHKUMOHAIBHOCTh LMC-PEryISITOPHBIX
3JIEMEHTOB, OIMMCAHHBIX I IPYTUX HEPOICTBEHHBIX
TabaKy BUIOB, B TeHOMe V. fabacum ocTaeTcsi 11oj, BO-
npocoM. TeM He MeHee, IPUCYTCTBUE CPeOU Iepe-
KPBIBAIOIINXCSI MOTHBOB 3JIeMeHTa Box 4, yka3sIiBaeT
Ha yJyacTue CBeTa B peryJisiliui aKTUBHOCTU 9KCIIpec-
CUM UCCIEAYyEeMbIX TKaHECIIeU(PUIHBIX IIPOMOTOPOB
(Tabm. 3).
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OCOBEHHOCTMU BKCITPECCHUUN T'EHA uidA

SAKJTIOYEHHUE

CoBpeMeHHBIE CIOCOOBI MOAM(pUKAIIMKA Opra-
HM3MOB OCHOBAaHbI Ha CO3[JaHUY UCKYCCTBEHHBIX T'e-
HETUYECKUX KOHCTPYKILIMM U UX TepeHOoce, HaIpu-
Mep, B TEHOMBI paCTeHUI C LIeJbI0 YIYUYIIEeHUS XO-
31CTBEHHO LIEHHBIX TPU3HAKOB. Takue 9K30TeHHbIE
JHK MeTomamu TeHHON WHXEHEPUU MOIYT ObITh
WHTETPUPOBAHbI B ClydyaiiHble pailOHbl TeHOMa WJIU
METOIaMU FT€HOMHOTO peIaKTUPOBaHUS — B 3apaHee
BbIOpaHHBbIE UCCJIEN0BATEISIMU palilOHbI-MUIIIEHU. B
000X cilydasix dKCIIPECCUsT UyKePOIHbIX TEHOB 0y-
JIET OTPENeIThCSl pa3IMuYHbIMU (haKTOpaMu, KOTO-
pbie MOTYT OBITh CBSI3aHBI KaK C OCOOEHHOCTSIMU paii-
OHa WHTerpaluu, TaKk U OCOOEHHOCTSIMU MX COO-
CTBEHHOI OpraHu3alliu, HallpuMep, BXOOSIIUMU B UX
cocTtaB mpoMoTopaMu. [TomydeHHbIE HaMU PE3yIbTaThbl
MOKAa3bIBAIOT, YTO 00a MCCIENOBaHHBIX ITPOMOTOpa
A. thaliana (AP3 n RPT2a) obecrieurBaloT SKCIIPECCUI0
penopTepHOro reHa uidA B MepucTeMax pacTeHU I Taba-
Ka IIpUMEPHO C OMMHAKOBOM 3(h(EeKTUBHOCTHIO. DKTO-
MUYECKUI XapaKTep SKCIPECCUr, OTMEUEHHBIN IJIs1
npomMoTopa AP3, cBUAETEIbCTBYET O TOM, UTO y3Kasl
cnelMUYHOCTb HE BCErla COXpaHsIeTCs B HOBOM re-
HETUYECKOM OKpYXeHHU. OIHAKO B ONpeneseHHbIX
YCJIOBUSIX TaKyl0 CUTyallUl0 MOXHO paccMaTpuBaTh
He KaK HexXeJlaTeJIbHY10, a, HA000pOoT, KaK paciips-
IOILIYI0O BO3MOXHOCTU ITOTEHLHMAIBHOIO MCIIOJIb30Ba-
HUSI TKaHeCHelM(PUUHBIX ITPOMOTOPOB. Bo3MOXHOI
MPUYUHOM M3MEHEHUS ceIn(UUHOCTH, a TAKXKE BapU-
a0eJIbHOCTU YPOBHSI 3KCITPECCUN MEPEHOCUMBIX T'eHe-
TUYECKUX KOHCTPYKIIUIA B YCIOBUSIX CIIyYallHOM UHTE-
rpalii, MOXET CIY>KUTh HapyllleHUe B3auMOEHCTBUS
COOTBETCTBYIOIIMX TPAHCKPUITIIMOHHBIX (PaKTOpPOB U
LIMC-PETYJISITOPHBIX 2JIEMEHTOB, 3aKOJIMPOBAHHBIX B UX
MPOMOTOPHBIX TocjeaoBareabHocTsIX. Mccnenosa-
HYe MONOOHBIX B3aUMOAEHCTBUIA SIBJISIETCS BaXKHBIM
3TaroM MpU CO3NaHUU CUHTETUYECKUX IIPOMOTOPOB,
aJanTUPOBaHHBIX MO pellleHrne KOHKPETHBIX OUO-
TEXHOJIOTUYECKUX 3a/1au.

PaGora monaepkxaHa 610mkeTHbIM IpoekToM 0259-
2021-0010 “M3ydyeHure cucteM KOHTPOJISI METa0O0IMU3-
Ma XUBBIX CHCTEM B YCJIOBMSIX B3aWMOIEHCTBHS C
OKpyXarolleh cpeoii, B TOM YMCIIE TOCJIE TEHETUYE-
CcKoi MmogupuKanmmm”.

ABTOpBI 3asBIISTIOT 00 OTCYTCTBMU KOHG(JIMKTA
nHTepecoB. HacTosias ctatbsl He COOEPXKUT KaKUX-
JINOO UCCIIENOBAHUIT C y4aCTHEM JIIOACH 1 XKUBOTHBIX
B Ka4eCTBE OOBEKTOB UCCIIETOBAHMSI.
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KOPPEJISILINS COIEPKAHUS ACKOPBMHOBOI KNCJIOTBI
N ITPOO®UJIA BDKCIIPECCUU I'EHOB
MOHOJIEI'NIPOACKOPBATPEIAYKTA3 (MDHARSs)

Y JIYKA-TIOPEA (Allium porrum L.)
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B paGote 6bU10 onpenesneHo coaepKaHue aCKOpOMHOBOM KMCIOThI M MPOPMIIb SKCIIPECCUU T€HOB MOHO-
nerunpoackopoarpenyktad3 MDHARI, MDHAR4 v MDHARS5 B pa3u4yHbBIX YacTSIX pacTeHU JiyKa-Tiopest
(Allium porrum L.), coOpaHHBIX IT0 Mepe pocTa (B UI0JIe U OKTIOpe). B THUCThsIX Bcex aHATIM3UPYEMBIX COP-
TOB cOZiep>KaHUe ackopbara ObLIO BhIIIE, YeM B JIOXKHOM cTebJie (B 2.3—3.7 pa3a B utojie u B 2.1—4.1 pasa
B okTs10pe). Tpanckpuntel MDHAR BbISIBJA€HBI BO BCeX aHAJIM3UPYEMBIX YaCTAX JIyKa-Topesi. JINCThsI u
JIOXKHBIN cTeOeNb paCTeHUI JIyKa-Tmopesl XapaKTepu30BaJIMCh BBICOKMM YPOBHEM 3KCITPECCUU BCEX TPEX
reHoB MDHAR. 1nsi reHa MDHARS Bo Bcex 4acTsIX paCTeHMsI HaOJIIOOaJICsI CXOMHbBIIA YPOBEHDb TPaHCKPHUII-
LIMU U B UtoJie, U B okTs10pe. st reHa M DHAR4 Habmonanuch 1Ba pa3TuIHbIX TPOMUIISI 9KCITPECCUY reHa,
B 3aBUCHMOCTH OT TOUKM cOopa. bblIo BBISIBIEHO, YTO B Iepro (hOpMUPOBAHUS JTOXKHOTO CTe0JIs1 Y aHaIM-
3MpPYyEeMbIX COPTOB JIyKa-Tmopesi HabJ1to1atoTcsl cXoaHbie rpoduiin aKkcripeccu reHoB MDHARI v MDHARA4.
IIpu aTOM ypoBHU TpaHCKpUnLuK reHa MDHAR4 1OJI0XXUTEIbHO KOPPEIUPYIOT C ColepKaHUEeM acKOpOU-
HOBOM KMCJIOTHI B 0€JI0i1 YaCTU U 3eJIEHBIX JIMCThSIX pACTEHUI JTyKa-1opesi.

KiroueBbie cioBa: Allium porrum, reHbl pelUKJIMHTA acKopouHoBoit kucaorel, MDHAR, npoduns akc-

npeccun
DOI: 10.31857/S0015330321050031

BBEAJEHUWE

L—ackopounosas kucnora (AK, sutamuH C) sB-
JISIETCSI BaXKHBIM KOMIIOHEHTOM He(depMeHTaTUBHOMN
U (GEepMEHTAaTUBHON aHTUOKCUIAHTHON CHUCTEMBI
pacteHuii [1]. B mpouecce MeTtabonn3Ma B KiIeTKax
pacTeHMII TPOUCXOOUT TIOCTOSHHOE OOpa3oBaHUE
akTuBHBIX (hopM Kucsiopoaa (ADPK) [2]. UpeamepHoe
oOpazoBanue u HakorieHue AD®K BbI3bIBacT Hera-
TUBHBIC 3P(PEKTH — OKMCICHNE KOMIIOHEHTOB KJIe-
TOYHBIX MeMOpaH 1 Aerpaaalinio HyKJIEMHOBBIX KUC-
JIOT, GEJIKOB U MUIMEHTOB, YTO B KOHEUYHOM HUTOTE
NPUBOIMT K TMOean KieToK [2]. OmHako B HEOOIb-
mux KonnuectBax ADK neiicTByIOT Kak CUTHAJIbHbIE
MOJIEKY/bI, Y4aCTBYS B IIpoOlieccax poCTa U IeJICHUS
KJIETOK, a TAKKE B OTBETHBIX PeaKIIMsIX Ha aTaKky hu-
TornaToreHoB [1, 3].

AK ob6nanaeT criocoOGHOCTbIO HUBEJIUPOBATD AEi-
crBUe HeKOTOophiXx ADK, HalpsiMylo CBSI3BIBasiCh C
aumu [4]. Takxke, AK gBnasgercs cydocTpaToM IS ac-
kopbatnepokcunaid (APX; EC 1.11.1.11), kotopsie
HEeUTpaIn3yloT Oo0pa3ymoIlIUiics B pa3IndHbIX KJe-
TOYHBIX KOMIAapTMEHTaX Mepokcu Bogopoaa [4]. Bo
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BHEKJIETOYHOM MaTpHKCe (amoIriacT) B HeWTpaim3a-
i ADK 3ameiictBoBaH (pepMeHT acKopbaToKcuaasa
(AO; EC 1.10.3.3), mpenrouYTUTeabHO HCIIOIb3YIO-
muiit AK B KagecTBe moHopa 371eKTpoHOB [5]. B pe-
3yJibTaTe peakiuit HechepMEeHTAaTUBHO HEUTpain3a-
mun ADK un mesarenpHoct APX u AO obGpasyercs
okmciaeHHas popma AK — MoHOmErnapoacKopOMHOBast
kucyiota (MDHA), koTopasi 3aTéeM MOXET caMOITpO-
HM3BOJILHO ITUCIIPOIIOPILIMOHUPOBATh C 00pa30BaHUEM
neruapoackoporuHoBoii kuciotel (DHA) 1 Monekybl
ackopbOara [4].

OOpasytolivecst oKMCJIeHHbIe (hopMbl ackopbaTa
(MDHA u DHA) cnocoGHBI BOCCTaHABIMBAThCS OO
AK depMeHTaMu MOHOAETUApOaCKOpOaTpenyKTa3oi
(MDHAR; EC 1.6.5.4) u neruapoackopbaTpenyKra-
3o0ii (DHAR; EC 1.8.5.1), coorBercTBeHHO [4, 6]. B
KayecTBe JOHOpa 3JEKTPOHOB 3TU (PepMEHTHI UC-
noab3yioT NAD(P)H (MDHAR) u BoccTaHOBIIEH-
o1l TmytatioH (DHAR). Takum obpa3om, naHHBIE
¢epMeHTBI TIO3BOJISIIOT PACTeHUSIM PELUPKYIUPO-
BaTh okucieHHbIe (popMmel AK [7]. BoccTaHoBieHue
AK nocpenctsBom MDHAR sBnstercst sHepreTmaeckun



502 OUIIOIINVH u np.

Pandora

Blauwgroene Columbus @) Otina

winter

6
Blauwgroene Columbus( ) Otina

winter

|
| |

60

N
o

Conepxanue AK,
mr/100 1 cbIpoit Macchl
[\]
S

Pandora
*
0
121212 12 1212 12 12

b J b J b J b JI
Blauwgroene Columbus Otina Pandora
winter

Puc. 1. Pactenums sryka-tmiopest coptoB Blauwgroene winter,
Columbus, Otina u Pandora, cobpaHHbIe B uioJie (a) U OK-
Tsi6pe (6). MacmTabHasi JTMHUST COOTBETCTBYET IJIMHE
10 cm. CopepkaHue acCKOPOMHOBOM KUCIIOTHI (B) B OeJtoit
yactu (b) u 3enenbix muctosax (JI) atux pacteHumii; 1 — Bpe-
MEeHHasl TouKa 0T0opa 1iojib, 2 — BpeMeHHast Touka oToopa
OoKTSI6ph. locToBepHble pasznuuus (P-value < 0.05) mexmy
conepxaHueM AK B OHOTUITHBIX TKaHSIX B IBYX aHAJIU3M -
pPYEMBIX TOYKaX OTOOpa OTMEUEHBI 3BE30YKOI.

BBITOTHBIM IUIST pAaCTEHU, TaK KaK pacXxomayeTcs Bce-
ro ogHa mosiekyia NAD(P)H [8]. Peuuxiimar AK siB-
JISIETCS 9acThIO acKopbaT — TITyTaTMOHOBOTO IIMKJIA,
OIHOTO M3 OCHOBHBIX MEXaHW3MOB TIOMIEpPKaHUS
BHYTPUKJIETOYHOTO OKUCIUTEIbHO — BOCCTAHOBU-
TeJIbHOrO cTaTyca [9].

B xierkax pacTeHUii IPUCYTCTBYET HECKOJIbKO
MOHOJIETUAPOACKOPOATpeyKTa3, KOTOPhIE JIOKATIU-
3YIOTCSI B Pa3JIMYHBIX OpraHesjIax — XJIOPOILIacTax,

MUTOXOHIPUSIX, TIEpOKcrcoMax 1 1mrosode [10—13].
I'enbst MDHAR vneHTUDULIMPOBAHbI Y MHOTHX BUIOB
pacteHuit. Tak, B reHoMme Arabidopsis thaliana npu-
CYTCTBYET MSITh T€HOB, KOIMPYIOIINX (DEepMEHTHI
MDHAR pa3nuuHoit KJIETOUHOI ToKanu3anuu [ 14].
I'enom mxa Physcomitrella patens conepXXuT TpU reHa
MDHAR [15]. TI'easr pazmuaabix MDHARs nneATH-
¢unmpoBaHbl B TeHOMax ropoxa Pisum sativum [11],
nueHuubl Triticum aestivum [16], xnesepa Trifolium
repens [17] u npyrux BUmoB pacteHuit. 7151 HEKOTOPBIX
BUIOB pacCTeHUI OKa3aHO CYIIIECTBEHHOE YBEIMUCHUE
YPOBHSI TpaHcKpuliuuu reHoB MDHAR B oTBeT Ha
a0MOTHUYECKHE CTPECCHI, YTO CBUACTEIILCTBYET O BaXK-
Hoit pomn MDHAR B peakiinm pacTeHnit Ha OKHUCITN-
TeJIbHbIN cTpecc [2, 8, 11, 18].

Jlyk-nopeir (Allium porrum L1.) sBAseTCS TOITY-
JIIPHOI OBOIITHOM KyJbTypoii B 3amamHoii EBporie u
Asuu, a B mociegHee Bpemst 1 B PO. B rminy npuromHo
MMpaKTUUYECKU BCE pacTeHue — Oeiast 4acThb (JTIOXKHBIA
cTebesb) U 3eJIeHble TUCThsI. I3BeCTHO BCero aBe pa-
6otnl, Kacaromuecss MDHAR npencraBureneit poga
Allium n X B3aMMOCBSI3U C OTBETOM pacTeHUI Ha
abuotuueckuii ctpecc [19, 20]. ITokazaHo, 4YTO B OTBET
Ha COJIEBOI1 cTpecc 00pa3Libl IBYX TEHOTUITOB JIyKa Pell-
4aToro A. cepa pearupylot pocToM (pepMeHTHOIT aKTUB-
Hoctu MDHAR B cumiiacte KopHst v ncta [20]. Tak-
Xe, aktuBHoctb MDHAR 0b11a paccMoTpeHa Kak
OMoMapKep 3arpsi3HeHUsI BOAbI TSLKEJIbIMU MeTaJjlia-
MU, TOCKOJbKY JTYKOBUIIBI A. cepa TIpU BO3AEUCTBUU
pa3HBIX KOMOWHALIMIT TSDKEJIBIX METaJUIOB IEMOH-
CTpuUpyIoT pocT akTuBHOcT MDHAR [19].

B manHoit paGoTe BIepBble OBbUIM OIpeaeIcHBI
npod I 3KCIPECCUN TPEX TEHOB MOHOAETUIPOAC-
KopOaTpeayKTa3 B pa3InYHBIX YaCTSIX paCTEHUM JIy-
Ka-TIopesi 4eThIpeX COPTOB B Mpoliecce pocTa. B co-
YeTaHUU C TaHHBIMU OMOXMMUYECKOro aHaan3a ObI-
JI1 BBISIBJICHBI BO3MOXHEBIE KOPPEISILUM MEXIY
comepxanveM ButamuHa C U YpOBHSIMU 3KCITpeC-
cuu reHoB MDHAR.

MATEPHAJIBI U METObI

Pacturesbnblii MaTepuai. B padote ObLIU UCTIONb-
30BaHbI pacTeHUSI JIyKa — IIopest copToB Blauwgroene
winter, Columbus, Otina m Pandora. CemeHa OpLIHI
npenocTtaBieHbl PenepabHBIM HAyYHBIM LIEHTPOM
oBoleBoacTBa (MockoBcKast 001.).

ITo mgaTe pacTeHMit KaXXKaoro copra ObUIN BbIpa-
meHbl B 2020 roay B KOHTPOJUPYEMBIX YCIOBMSIX
(nenb/Houbr — 16/8 u, 22/16°C, OCBEIIEHHOCTb
190 MKM/(M? C)) ¢ UCIIOIB30BAaHUEM SKCIIEPUMEH-
TaJIbHOI YyCTAaHOBKY MCKYCCTBeHHOTO KiimMmara (MIHcTu-
TyT 6uonHxxeHepun UL buorexHonoruu PAH). ITo
ITBa paCTeHUSI JIyKa-TIopesT KaskKIOoTo M3 YeThIPEX COPTOB
OBLIM COOpaHbI B KOHIIE U0 (Ha CTaAUM aKTUBHOTO
pocTta 1 hOpMUPOBAHUSI JIOKHOTO CTEOJIsI) U Cepean-
He OKTsI0psi (C(hopMHUPOBaH JIOXKHBII O€IbI CTeOEIb)
(puc. 1). PactreHust aHaIM3UPyEeMBIX COPTOB JIyKa-
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KOPPEJIALIUA COAEPXAHUSA ACKOPBMHOBOM KUCJIOTHI

rnopest pa3jinyaaruch TOJIMMHON U JJIUHOMN JIOXHOTO
cTebIs1: TOJCThI (auameTp 4—6 CM) W KOpPOTKHUiA
(13—16 cm) y coptoB Blauwgroene winter u Pandora;
ToHKMI1 (2—3 cm) u aimmHHEBIM (20—25 cm) y copta Co-
lumbus; ToncTeiil (4—6 cM) ¥ mmuHHBI (19—21 cMm) y
copra Otina.

OnpenenieHne acCKOpOMHOBO# KUCI0TbI. ConepKaHue
aCKOPOMHOBOI KUCJIOTHI OMPEACIISUIN C IOMOIIBIO Ha-
6opa “Enzytec™ L-Ascorbic acid” (R-Biopharm AG,
I'epmaHus) B IByX OMOJIOTMYECKMX U TPEX TEXHUYEC-
CKUX ITOBTOpAX.

Boinenenne PHK, cunte3 k/IHK. Cymmaphyio
PHK Bb1nesnsmm 13 KopHeii, ToH1Ia (BUAOM3MEHEHHBII
cTebenb), TUCTheB ((pparMeHThl B3POCIILIX IUCTHEB B
10 cM ot Genoit yacT) 1 6eIoi YacTH (JIOXKHBIN CTe0eIb;
nonepeyHbIii cpe3 guameTpom 0.5 cM OTOEIIEHHOTO
JIOXXHOTO CcTeOJisi B 2 ¢M OT JOHIIa) pacteHuit. s
BbiaeneHus u ounctkid PHK ot mpumeceii JIHK uc-
noan3oBai Ha0opel RNeasy Plant Mini Kit m RNase
free DNasy set (QIAGEN, I'epmanust). Ha ocHoBe
MHOJIydeHHBIX IperapaToB cuHTe3upoBaau KIHK
(Ha6op GoScript™ Reverse Transcription System;
Promega, CIIIA).

Nnentudpukamusa resoB MDHAR w pa3paboTka
npaiiMepoB a1 ITIIP—PB. [TocienoBaTe1bHOCTU T'e-
HOB MDHAR wmneHTUOUIUPOBAIM B IOCTYIHBIX
TpaHckpunToMHbIX AaHHBIX (NCBI TSA; https://
www.ncbi.nlm.nih.gov/) BumoB Allium (A. cepa un
A. sativum). Ha ocHOBe HaiimeHHBIX MOCJIET0BATEIIb-
HOCTelt pa3pabaTbiBaiu CrielIMDUIHbBIE 1JIsT KaXKI0TO
reHa MDHAR BunoB Allium npaitMepbl U151 IPOBEC-
Hus [T P B peaxbHom Bpemenu (ITLIP—PB).

Onpenenenue npoduis 3Kcnpeccud reHoB. [Tpoduib
BKCIIpeCCU MACHTU(ULMPOBAaHHBIX reHoB MDHARS
onpenenasuim Metonom KommdectBeHHOM TTLLP B peanb-
HoM BpeMeHU (ITITP—PB) B KopHsix, JoHIIE, 3eJICHbIX
JIMCTHSIX U OTOEJIEHHOI YacT! JIOKHOTO CTe0JIs1 pacTe-
HUI JTyKa — 1topesi. OTHOCUTEIbHBINA YPOBEHb 9KCIIPEC-
cuu uccienyeMmbix reHoB MDHARsS oueHUBaIu, UC-
oJib3ys pepepeHcHble reHbl GAPDH [21] u UBQ [22].
Jost mpoBenenus 1L P—PB mcrronp3oanm Hadop “Pe-
aK1MoHHas cMech ais mposeAaeHust [TIIP—PB B ipu-
cyrctBuu SYBR Green I 1 ROX” (OO0 “Cunton”,
Poccust) u tepmonukiep CFX96 Real — Time PCR
Detection System (Bio-Rad Laboratories, USA). Pe-
aKIIMY IIPOBOIWIIN B IBYX OMOJIOTMYSCKIX U TPEX TEeX-
HUYECKNX MTOBTOPAX B CIEAYIOIINX YCIOBUIX: 95°C —
5 muH.; 40 umkioB (95°C — 15 ¢, 62°C — 50 ¢). i
CTaTUCTUYECKOIT 00pabOTKM pe3yJIbTaTOB MCIIOIb30-
Bamu mnporpammy GraphPad Prism v. 8 (https://
www.graphpad.com).

PE3VJIBTATDBI

Coaepxanue aCKOPOMHOBOI KHCJIOTHI B JIHCTHAX H
0eJI0ii YacTH pacTeHuii JyKa-nopes. Y yeThIpeX cop-
TOB JIyKa-IIopesl, pasinyamlnuxcs Mopdoioruei
JIOXHOTO cTeds (puc. la, 0), ObLUIO OIIPeAeIeHO COo-
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Jiep>KaHue aCKOpOMHOBOM KMCJIOTHI B JIUCThSIX 1 Oe-
JIOIf 4yacTu, B JIByX BPEMEHHBIX TOUKax oTbopa (B
ulojie U OKTI0pe) (puc. 1B). ¥ pacTeHuit, COGpaHHBIX
B M1oJie, cogepkanme AK B 0es10if 9acTH COCTaBMIIO B
cpenHeM 10.2 (y coproB Columbus m Otina), 13.8
(Blauwgroene winter) u 16.7 (Pandora) mr/100r, a B
3eJICHBIX JINCThSIX €¢ comepKanmue obu1o B 2.3—3.7 pa-
3a BbIllI€, MAKCUMAJIbHOE COAEP>KAHUE BBISIBICHO B
JucTthsix copta Pandora (okoso 42.3 mr/100r). B pac-
TEHMUSIX JIyKa-Topesi, COOpaHHbIX B OKTSIOpe, colep-
xkanue AK B 6ej1oii yacTu B CpaBHEHUHU CO 3HAYCHM -
sIMU B HtoJie TU00 He u3MeHsioch (copt Otina), 11bo
cHmzKanoch (B 1.5 paza y copra Blauwgroene winter u
Pandora), nu6o yBenunumuBaioch (B 1.9 pasa y coprta
Columbus). B nuctbsix conepxkanue AK 6bL10 cormo-
CTaBUMO B 00EUX BpEMEHHBIX TOUKAaX, IPU 3TOM B OK-
1s6pe conepxanue AK Onto B 2.1—4.1 pa3s BbIlIe,
yeM B Oestoit yactu (puc. 1B).

Pa3paboTka npaiimepoB 11 SKCTIPECCMOHHOr0 AHA-
Jm3a reHoB MDHARs y oopa3uos Jiyka-nopes. Tak kak
y JyKa-mopess U Ipyrux BUOoB Allium rmiociienoBa-
TeJIbHOCTU F€HOB MOHOJETUApoacKopoaTpeayKTas K
HacTos1IeMy BpEMEHU HE U3BECTHbI, CHayasaa ObLia
npoBeneHa uneHTudukamnuss reHoB MDHARs B no-
CTYIIHBIX TpaHCKpUOTOMHBIX JaHHbIX (NCBI TSA)
DPOJCTBEHHbIX JIYKY-TIOpeIo BUAOB A. cepa (JIyK peri-
yatblit) U A. sativum (4ecHOK). B kauecTBe pedepeHc-
HBIX MTOCJIENOBATEIbHOCTEM 1JTs1 TOMCKA UCITOIb30BaJIn
TreHbl MOHOJErMapoackopoaTpeaykTa3 criapxu As-
paragus officinalis (AoMDHARI1 (XM_020404726.1),
AoMDHAR4  (XM_020395983.1), AoMDHARS5
(XM _020385457.1)). B pesyapraTte IIpOBEICHHOIO
ToucKa B TpaHCKpUNToMax A. cepa U A. sativum Obl-
v HaigeHbl TpaHckpuntel (GEOY01092914.1,
GFAKO01049639.1 © GFAKO01071117.1 — mst A. cepa;
GFYZ01017298.1, GFAP01048520.1 u GFAP01035120.1 —
mist A. sativum), tomonormuHbie MPHK reHoB
AoMDHARI, AoMDHAR4 n AoMDHARS. AmuHo-
KUCJA0THBIE mocienoBatesbHocTu MDHAR BUunos
Allium v As. officinalis 6611 BBICOKO TOMOJIOTUYHBI
(MDHARI1 — cxonctBo 86.6%, MDHAR4 — 84.8%,
MDHARS — 84.7%). Ha ocHOBe HaiiieHHBIX MTOCJIEI0-
BaTesbHOCTel Tpex TeHoB MDHAR 6b1u pa3paboTa-
HbI TIpaiiMepbl i1 TIPOBEAEHUSI DKCIIPECCUOHHOTO
aHajM3a y JyKa- rmopes (tabiu. 1).

Onpenenenue npouisi sxcnpeccun renoB MDHARs B
pa3MYHbIX opraHax Jyka-nopes. Meromom I11IP—PB
ObLI onpenesieH Mpohuib SKCIPECCUN TOMOJIOTOB Te-
HOB MDHARI, MDHAR4 v MDHARS5 B pa3dnu4HbIX
opraHax pacTeHMii JyKa-nopesi YeTbIpeX aHaJIu3upy-
€MbIX COPTOB Ha IBYX CTaAusIX Pa3BUTUSI PAaCTEHUS: B
utojie (AKTUBHBINA pOCT U (OPMUPOBAHUE JTOKHOTO
cTe0Is1) U B OKTSIOpe (JIOXHEBIN cTedenb chopMUpO-
BaH) (puc. 2).

Axcnpeccusas reHoB MDHAR BBISIBIIEHA BO BCEX
aHAJIM3MPYEMBIX YacTsIx/opraHax Jiyka-ropest (puc. 2).
I1pu aToM ypoBHU 3Kcnipeccun reHa MDHAR 1 6pmn
CYIIECTBEHHO BBbIIIE KCIIPECCUU IBYX IPYTUX T€HOB.
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Puc. 2. IIpoduns sxkcnpeccuu reHoB MDHARI (a, 6), MDHAR4 (B, t) u MDHARS5 (1, e) B kopHsx (K), nonue (), 6enoit
yactu (B) u muctesax (JI) pactenuit 1yka — mopest coptoB Blauwgroene winter, Columbus, Otina n Pandora, coOpaHHBIX B
utoiie (a, B, 1) U OKTsA0pe (0, T, €).

Ta6auna 1. ITocnenoBaTeIbHOCTH MpaiMepPOB, UCIIOIb30BaHHbIe Wi IpoBeneHust [TITP—PB.

Ten IMTocnenoBaTenpHOCTH IpaiiMepoB (5'—3") PasMep aMIIKoHa, L1,
MDHARL |3 G GOAGTAAGCGTTCTCCA S 15
MDHARS |3 CTACGCAAGIATGAAATGC- 3 »
MDHARS |3 1 O CACGGACTTATTCAGCC- "

®U3NOIOTVI PACTEHUI
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HMHTEepecHO OTMETHUTD, UTO Y COOPAHHBIX B MIOJIE pac-
TEHUU JyKa-mopesi HabJiogascs CXOMHBINA (MeXITy
coptamu) mnpodwib skcnpeccun reHa MDHARI
(puc. 2a). MakcuMabHBIN YPOBEHb TPAHCKPUIILINHA
MDHARI BBISIBJIEH B OeIOi YacTHU pacTeHUI JyKa-
nopesi, MUHUMAaJIbHBIN — B KOPHSIX U/WUJIU JTUCThSIX. Y
coptoB Blauwgroene winter u Pandora ypoBHu TpaH-
ckpunuyu MDHARI B KOpHSIX U JIUCThSIX OBLIN CO-
noctaBUMBbI, a y coptoB Columbus u Otina B KOpHsIX
YPOBEHb 3KCIIPECCUM OBbLI BBIIIE, YeM B JIMCTHSIX, B
1.3 m 1.5 pa3za, cooTBeTcTBeHHO. B pacTeHUsIX, cO-
OpaHHBIX B OKTSIOpE, CXOMHBIN ITaTTePH 3KCIIPECCUN
MDHAR I nabmronaics y coptoB Blauwgroene winter,
Otina m Pandora: mMakcuMaibHBIM YpOBEHb TpaH-
CKPUITIUU — B JIUCTHSIX, MUHUMAJILHBIN — B JOHILIC. Y
copta Columbus ypoBHu TtpaHckpunuun MDHARI
OBLIM COITIOCTaBUMBI B KOPHSIX U JOHIIE, B Oej1oit ya-
CTH U JIUCTBSIX (puc. 20).

B cpaBHeHUU ¢ o6pa3iamu, COOpaHHBIMU B UIOJIE,
B pacTeHUsIX, COOpaHHBIX B OKTIOpE, YPOBEHb DKC-
npeccun MDHARI BbIpoC BO BCeX aHAJIM3UPYEMbIX
opranax (Pandora), B KopHsX, Oenoii 4acTu U JIM-
ctesax (Otina), B KopHIX u JducThsax (Blauwgroene
winter), uju ToJbKo B IUCThsIX (Columbus) (puc. 3a).
B Genoii yactu pacteHuit copta Blauwgroene winter
ypoBeHb akcrpeccunt MDHAR I 5e uamenwics (puc. 3a).

IMpoduns sxkcnpeccun reHa MDHAR4 B pacTeHUSIX
JIyKa-Tiopesi, COOpaHHBIX B HIOJIe, ObLI CXOIHBIM
MeXIy cOpTaMu — MUWHUMAJIbHBIN YpOBEHb TpaH-
CKPMITIIMK B KOPHSIX, MAaKCUMAaJIbHbII1 — B JIUCTBSX
(puc. 2B). IIpu aTOM B IMCThsIX cOpTOB Blauwgroene
winter m Columbus ypoBeHb TpaHCKPUIILINU
MDHAR4 owin Beiie B 2.3 — 3.1 pa3a, yeM y COPTOB
Otina u Pandora. B pacteHusix, CoOpaHHBIX B OKTSIO-
pe, akcnipeccust MDHAR4 B MUCThsIX CHUXKAJIACh B 2.4
u 2.9 pasza (Blauwgroene winter u Columbus) uimn,
HaoOopoT, yBeauuuBaiack B 1.2 u 1.8 paza (Otina u
Pandora) (puc. 2r, 36). B KkopH$IX B uioje HaOIromaics
MUHHUMAJIBHBINA ypoBeHb TpaHckpunuuu MDHAR4
(puc. 2B), a B KOPHSIX COOpaHHBIX B OKTSIOpE B pacTe-
HUSIX JIyKa-TIopest ypoBeHb TpaHcKpuruuu MDHAR4
3HaYMUTEeIHbHO Bo3pacTai (B 3.2—12.0 pa3) (puc. 2r). B
JIOHIIe ypoBeHb TpaHckpunuuu MDHAR4 o mepe
pocta pacteHmii cHmxancs (Columbus, Otina u Pan-
dora), mn6o He u3mensuicsa (Blauwgroene winter), a B
0eJ1oi1 YacTy pacTeHU BceX YEThIPEX COPTOB HAOII0-
aJIOCh CHUXXEHWE YPOBHSI TPAHCKPUIMLIUU TeHa
MDHAR4 (puc. 30).

B ciygae rena MDHARS cxonHbI Tpoduiab U CO-
IMOCTaBHMMbI€ YPOBHM 9KCIPECCUU ObLIU BBISIBJIEHBI B
yacTsx/opraHax (KpoMe KOpHeil) pacTeHUI JyKa-
nopes coptoB Otina u Pandora (puc. 2m). JloHlie u
OeJtast yacTh pacTeHUId, COOpaHHBIX B OKTSIOpe, Xa-
PaKTEepU30BAJINCh CXOMHBIM HpOoGuIeM 3KCIPECCUU
MDHARS5 y nap coptoB Blauwgroene winter/Otina u
Columbus/Pandora (puc. 2¢). B cpaBHeHUM ¢ UtojeM
TpaHckpunuusi MDHARS pa3nudanach. y COPTOB
Blauwgroene winter u Columbus (kKpoMe KoOpHeit)
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Puc. 3. Pa3Huiia Mexmy ypoBHSIMU SKCITPECCUMU TEHOB
MDHARI (a), MDHAR4 (6) u MDHARS5 (B) B v1tosie U B
OKTsIOpe B OpraHax pacTeHMIi JyKa — rmopesi CopToB Blau-
wgroene winter, Columbus, Otina n Pandora (K — xopHu,
I — nonne, b — 6erast yacTh (JTIOXKHBIN cTebenb), JI — u-
ctbs1). [lonoxurenbHble 3HaYeHus (>0) CBUAETENbCTBY-
IOT O CHUXKEHHMM B OKTSIOpE YPOBHEM 3KCIpPEeCcCCUr TeHOB
MDHARs, orpuniatenbHble 3HaueHUs (<0) — 00 yBemye-
HUM YPOBHeil akcnpeccuu reHoB MDHARS B okTSIGpe.
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Puc. 4. JIuneiinast perpeccust ypoBHeil TpaHckpunuuu reHoB MDHARI (a), MDHAR4 (6), MDHARS (B) v comepKaHus aCKOp-

6uHoBOM KucoThl (Mr/100r chIpoif Macchl).

MPOUCXOAUIIO CHIKEHUE YPOBHS TPAaHCKPUITLINU
JaHHOTO T'eHa, y copta Otina — yBeJTU4eHNE B KOPHSIX
U JIUCThSIX, a Yy copTa Pandora — pocT TOJNbKO B U~
cThbsx (puc. 3B).

B3aumocBs3b comepKaHusa ACKOPOUHOBO#T KHCIOTHI
¢ YpoBHsAMHM IKcnpeccuu reHoB MDHAR nyka — nopes.
IMTonyyeHHble 3HaUYeHUs1 comepxkaHust AK B JTUCTbsX
u Oenoit yacTu OBUIM COIIOCTaBJIICHBI C YPOBHSIMH
TpaHcKkpunuuu rteHoB MDHARI, MDHAR4 nu
MDHARS5 nyka — nopes (puc. 4). beuta o6HapyXeHa
nojoXuTenbHast Koppeisuuss (r = 0.60, P-value
0.0139) mexny skcnpeccueit MDHAR4 u conepxka-
HueM AK B aHanu3upyembix TKaHsix. Koppensunu
MEXIy YPOBHSIMM TpaHCKpUIIINKU reHoB MDHARI n
MDHARS v conepxanueM AK He BoisiBiieHo (= 0.07
un 0.05, P-value > 0.05) (puc. 4).

OBCYXJIEHHE

PeliukIMHT acKOpOUHOBON KHUCJIOTHI SIBJISETCS
OOHUM W3 OCHOBHBIX MEXaHU3MOB ITOAACP>KaHUS
BHYTPUKJIETOUHOTO OKHCIMTEIbHO-BOCCTAHOBUTEIIb-
Horo crartyca [9]. O6pazylolyecs Ipyu HERTpaTu3aluu
aKTUBHBIX (pOpM KHCIOPOHA OKUCICHHBIE (hOPMBI
ackopouHoBoii kucaotel (MDHA u DHA) crioco6-
Hbl BOCCTaHaBJIMBaTbcsl obpaTtHo no AK mon nmeii-
CTBHEM MoHozaerumpoackopoarpenykras (MDHAR)
u gerugpoackopo6arpenykras (DHAR) [4, 6].

IIpoBeneHHBII B HacTOsIEH paboOTe TOUCK B
TPaHCKPUNTOMHEBIX TaHHBIX BUAOB Allium mocieno-
BaTeJIbHOCTE, ToMoornyHbIX TeHaM M DHAR cniapxxn
A. officinalis, mo3BoaWI pa3paboTaTh MpaiMepsl ISt
aHanm3a skcnpeccun reHoB MDHARI, MDHAR4 n
MDHARS5 B yacTsIx/opraHax pacTeHMs JIyKa-Tiopest
A. porrum. BbicoKUii ypoBeHb TOMOJIOTUU TIOCIIEIO-
BaTelibHOCTH hepMeHTOB MDHAR crniapxu 1 BUnoB
Allium MOXeT CBUIETETbCTBOBATL O KOHCEPBATUBHO-
CTH UX POJIY B pelIUKJINHTe AK, B TOM YMCIIe y aHAIU -
3MPYEMbBIX COPTOB JIyKa — IIOpesl.

ITono6HO npyrum, n3sectHbIM 0e1kamMm MDHAR
BeICIIMX pacTeHuil [10, 12, 15], aHanu3upyemMmbie
MDHAR nyka-nopesi, IpeanoaoXUTEIbHO, JOKa-
JIM30BaHbl B Tpex KOMIapTMEHTax (ILIMTO30JIe

(MDHAR1), mutoxouapusx (MDHARS) 1 nepok-
cucomax (MDHAR4)) kneTku, oCyliecTBJIsIsI BOC-
craHoBieHue AK [6, 7]. s OLeHKY POIU JaHHBIX
0eIKOB OBbLI IPOBEASH aHAJIN3 KCIPECCUU KOIUPY-
IOIIMX UX TEHOB B PA3JIMYHBIX YaCTIX PACTCHUM JIy-
Ka-Topesl 4eThIpeX COPTOB, pa3IMyalolIuXCcsl MOp-
donorueii 6e10i1 YaCTH.

IIpoduns skcrpeccunu reHoB MDHARI, MDHAR4
u MDHARS BriepBbie ObLI OIpeieSieH B KOPHSIX, TOH-
e, 0eJIoil YacTu M JIMCThSIX PacTeHUI JIyKa-Iiopes,
CcoOpaHHBIX B UI0Jie (aKTUBHBIN pOCT U (hopMUpPOBa-
HUe OeIoil yacTu) u B OKTsA0pe (Oenasd 4acTh cop-
mupoBaHa) (puc. 2, 3). BrepBbie ObUIO ITOKA3aHO,
YyTO 3eJieHble ((POTOCHMHTE3UPYIOIINME) JUCThS JIyKa-
rnopest B 00X BpeMEHHBIX TOYKAX XapaKTESPU3YIOTCS
BBICOKMM YPOBHEM 3KCIIPECCHU BCEX TPEX I€HOB,
YTO MOXET TOBOPUTh O MOCTOSIHHOM OKHWCJIMUTEIb-
HOM CTpecce B IIPOIeCCe pOCTa U B3aUMOICIACTBUS C
OKpyKarolei cpemoii. B 6eoit yacTu 1yKa — 1mmopesi,
CTPYKTYPHO SIBJISIIOLLENCS HUXKHEM YaCTbhIO JTUCTHEB,
Tak>Ke HaOII0IAIMCh CPAaBHUTEILHO BEICOKIE YPOBHU
akcrpeccun TeHoB MDHARIw MDHARS (puc. 2), 94To
MOXET CBUIETEIBCTBOBATh O BLICOKOM YPOBHE OKUC-
JIMTEILHOTO CTpecca B 0eJIoi YacTu, HECMOTPS Ha OT-
cyrcTBHe (DOTOCHMHTE3A.

HNurtepecHo otMeTUTh, uto TeH MDHARS, Komu-
pylommii epMeHT MUTOXOHIAPHAJIBHON JIOKaau3a-
MU, B 00eNX TOYKaxX OTOOpa B IIEJIOM aKTHMBEH BO
BCEX YaCTsIX pacTeHUIl BCEX COPTOB, oOecIieuMBas,
BO3MOXHO, CHCTEMHBIII OTBET Ha OKMCJIWTEIILHBIN
cTpecc npu apixaHuu. O CUCTEMHOM OTBETE, BEPOSITHO,
MOKHO TOBOPUThH U B OTHOLLIEHUY LIMTO30JIbHOM (DOPMBI
MoHozneruapoackopoarpenykrassl (MDHARI1), xorsa
HamboJee BRICOKIE YPOBHU 3KcIpeccn teHa MDHAR1
COOTBETCTBYIOT O€JIOIf YaCTU M JIUCThSIM, 32 UCKITIO-
yenueM copra Columbus, e sKcopeccusi JaHHOIO
reHa BBICOKas W B KOPHsSX, U B OOHIE. B ciydyae
MDHAR4 njist BceX COPTOB MBI BUIMM JBa pa3idd-
HBIX TIPOMUIISI SKCIIPECCUN T'eHa IJIs UIOJIS U 11 OK-
T0ps1. B mione skcnipeccuss MDHAR4 pacTeT oT KOpHEit
K JIUCTBSIM, YTO IIpearoJiaraeT HauOoJbIIYIO CIICLIU -
(GUYIHOCTD IIEPOKCUCOMHOTO (hepMeHTa K (POTOCUH-
Te3upyroleil TKaHu. B okTa0pe 1mpodmiis sKcIpeccum
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MDHAR4 B 11eIoM COXpaHsIeTCsI, 3a MCKIIOUECHUEM
pocTa YpOBHSI TPAHCKPUIILIMU JAHHOTIO I'eHa B KOp-
Hsx B 3.5—7.0 pa3 (puc. 2B, T).

YyuteiBasg (yHKIIMIO MOHOAETrUapoackopdarpe-
IyKTa3, yBeJImdeHne sKcripeccuy reHoB MDHARs teo-
PETUYECKU TOKHO MIPUBOAUTD K YBEIMUCHUIO COAEP-
xkaHust AK. B mucThsax u 6e10i1 9acTh pacTeHU JIyKa-
rnopest OBIIO OTIPeNieJIEHO CoAepKaHe aCKOPOMHOBOM
KHUCIOTHI (puc. 1B). BBUIO BBISIBIEHO, YTO PaCTCHUS
coptoB Blauwgroene winter m Pandora, ¢opmupyro-
1€ TOJICTBIM KOPOTKMI JIOXKHBIN cTeOeb (puc. 10),
MMEIOT cxoaHoe conepxkanue AK B 6emoii yactu u 1u-
HaMMKY €€ U3BMEHEHUSI B MloJie — OKTsI0pe (puc. 1B). Y
copta Columbus, (popMUPYIOIIETO IIUMHHBINA TOHKUI
JIOXXHBIN cTeOelb, B OKTSA0pe conep:kaHue AK B 6emnoit
yacTu yBeJandmwiIock. Y copra Otina, GopMHUpPYIOIIETO
JUIMHHBIN TOJICTBIN JIOKHBIN CcTeOeab, COmepKaHue
AK B 06eJ10ii yacTu 10CTOBEpPHO HEe u3MeHs11och. IToiy-
YEHHbIC JaHHBIC MOTI'YT CBUIACTCJIBCTBOBATH O pa3jin-
YUSIX B OTBETE PACTEHMIA JIyKa-TIopesl Ha OKUCIIUTEIb-
HbIIi CTpecC B 3aBUCHMOCTH OT COpTa.

MurepecHo, uyto comepxanue AK y pacTeHui,
BbIpaIlIEHHbIX B TEIUIMIIE, OKa3aJIoOCh HWXE, YeM Y
pacTeHU TeX e COPTOB, BbIPAILLIEHHBIX B MOJEBBIX
YCJIOBUSIX U COOPAHHBIX MIPUMEPHO B T€ K€ BPEMEH-
Hble TOYKU [23]. DTO MOXET CBUAETEIbLCTBOBATH O
00JIbllIEM YPOBHE OKUCJIMTEJIILHOTO CTpecca, UCIIbI-
TBIBAEMOM DPACTEHUSIMU B TTOCTOSTHHO MEHSIOIIUXCS
YCJIOBUSIX OKPY2KaIOIIEH cpefbl U BO3AEHCTBUU CTpEC-
COBBIX (DAKTOPOB MpPH BhIpAIIIMBAHUU B MoJyie. TeM He
MeHee, HaJo OTMETUTh, UTO COOTHOLIIEHUE COAepKa-
Hust AK B 0eJ10li YaCTH U B IMCThSIX Y JTAHHBIX COPTOB
B 1IEJIOM COXpaHSIeTCS.

I1pu conocTaBieHUN TaHHBIX AKCIIPECCUN TEHOB
MDHARs u conepxanuss AK crano o4eBUIHO, 4TO
ypoBeHb TpaHcKpunuuu MDHAR4 NonoXuUTeJbHO
Koppenupyet ¢ kKonudectBoM AK B 6eoil yactu u
JIMCTBSIX. B 3eJIeHBIX JTUCThsIX HAOI10aJI0Ch BEICOKOE
conepxaHue AK u BbiIcOkUii ypoBeHb TPAHCKPUTILIUU
MDHAR4, Torma Kax B JJOXKHOM CTe0JIe KaK coaepKa-
Hue AK, tak u ypoBenb M DHAR4 ObL1u 3HAYUTEIb-
HO HMXe. MOXHO MNpeArojioXUTb, YTO BbICOKUI
ypoBeHb TpaHckpuriunu MDHAR4 (komupyeT me-
pokcucomanbHyio ¢opmy MDHAR) B 3eneHbix au-
CTBSIX JTyKa-Mopesl CBsA3aH C aKTUBHBIM BOCCTAHOBJIE-
HYEeM MOHoJeTuapoackopbara, oOpasylolierocsi B
TepoKcrucoMax B pedynbTaTe WHakTuBammu ADK
[24, 25]. Koppensiumu MexXmy 3KCIIpeccueil TeHOB
MDHARI n MDHARS5 n conepxanueM AK y nyka-
rnmopest He BBIsIBJIEHO. UTHTepecHO, 4Tto y ToMaTa (So-
lanum lycopersicum) paHee ObLIa BBHISIBJIEHA OOpaTHAas
3aBUCUMOCTb MEXIY BKCIIpeccUeil reHa IUTO30J1b-
HO-TIEPOKCHMCOMAJIbHOI MOHOJeruipoackopoarpe-
nykrassl (romonornaHa MDHARI1 nyka — nmopest) u
conepxanueM AK B rurogax u TucThsax [13], uTo Tak-
2Ke ObLJIO MOATBEPXKIEHO B 9KCIEPUMEHTAX C TpaHC-
F€HHBIMU PACTEHUSIMU TOMaTa — CBEPXIKCIPECCUS
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reda MDHAR tipuBoania K 3HAYUTEIIHHOMY CHIKE-
HUIO colepXaHus ackopbara B miogax [26].

PaHee B pacTeHUsIX 3THX e COPTOB JIyKa-Tiopesi
HaMM Obljla BbISIBJIEHA TOJIOXUTEIbHAsT KOPPEsIUs
Mexay coaepxkaHueM AK B 3e1eHbIX JIUCTbSIX U yPOB-
HeM TpaHcKpunuuu reHa VT'C2 (konupyeT KJII04eBoit
depmeHT 6uocuHTe3a AK) m orpuiiarenbHasi Koppe-
JISLMs MeXAy 3TUMHU MoKasareassMyd B OeJioii yacTu
pacteHuit [23]. MoxHO ObUIO OBI TTPEATOIOXUTH 00-
paTHYIO 3aBUCUMOCTb MEXIY YPOBHSIMU TPaHCKPUII-
muu VTC2 (cunte3 AK) u MDHAR (peuunknuar AK).
OnHako cpaBHEHUE YPOBHEM akcripeccuu reHa VI'C2
u reHoB MDHARs ¢ yuetom conepxaHusi AK He BbI-
SBWJIA MEXIYy HUMU KaKUX-JUOO SIBHBIX B3alMOCBSI-
3eii, YTO TIpeAronaraeT cylecTBOBaHue 0oJiee CIoX-
HBIX MEXaHU3MOB perysinun Mmetabonusma AK.

Takum o6pa3oM, B HACTOSIIE padOTe BIIEpBbLIC
ObLIM ompeneseHbl MPoMUIU 3KCIPECCUU TeHOB
MDHARI, MDHAR4 v MDHARS5 B yactsix/opraHax
pacTeHU YEThIpeX COPTOB A. porrum, COOpaAaHHBIX B
JIByX BPEMEHHBIX TOUYKaX (MI0Jb U OKTSIOPH), IPOBE-
JIeH uX cpaBHUTENbHbIN aHanu3. [TokazaHo, yTo mne-
pyuOJ aKTUBHOTO (hOPMUPOBAHMUSI JIOXKHOTO CTEOIST Y
BCEX aHAJIMU3UPYEeMbIX COPTOB JyKa-Mopesl xapakKTe-
pu3yeTcsl aHaAJIOTUYHBIMU MPODUISIMU SKCIIPECCUN
reHoB MDHARI v MDHAR4. Ha ctanuu cdhopmMupo-
BaHHOTO JIOXKHOTO CcTebJIsi U MpOosIBJIeHUsI MOp(OJIo-
TMYECKHX OCOOEHHOCTEM CTPOEHUSI JIOXKHOTO CTeOJIs
(nuHa, TMaMeTp), UCCeayeMble cCopTa IeMOHCTPU-
pYIOT paziunyvapliinecs: npoduin 3KCIpeccuu reHoB
MDHARs, onHakKo 11T BCEX YETBIPEX COPTOB BHISIBIICH
3HAUYUTEJIbHBIII POCT YPOBHSI TPAHCKPUILIMM TeHa
MDHAR4 B xopHsx. IlonydeHHBIE HaHHBIE MOTYT
CBUJIETEJILCTBOBAThH O TOM, YTO B MPOIIECCE PA3BUTHUS
pacTeHuil Jiyka-mopesi OTBET Ha OKMCIUTEIbHBIN
CTpecC He 3aBUCUT OT COPTOBBIX OCOOEHHOCTEM, B TO
BpeMsI KaK peakliis Ha CTpecc MOJIHOCTbIO c(hOpMUPO-
BaHHBIX pacTeHuil coprocnelmduuHa. OleHKa 3KC-
npeccun reHoB MDHARs B cOIoCTaBIICHUM C pe3yJIbTa-
TaMM OMOXMMUUYECKOTO aHATM3a BbISIBUIM BO3MOXHbIE
KOPPEJISILUY MEXXTy ypoBHEM TpaHcKputiiuu MDHAR4
U colep:KaHUEM acKOpOMHOBOI KUCJOThI B Oejoit
YacTU U 3€JIEHBIX JIMCThSIX PACTeHUI JIyKa-Tiopes.
CyuiecTBoBaHUE TIOJOOHBIX KOPPEISILIMMA MOXET
UMeTh MPaKTUUECKOe 3HaUYeHUe 111 HallpaBJIeHHO
CeJIEKIIMA HOBBIX COPTOB JIyKa-Tiopesi C TOBbILIEH-
HBIM COIep>KaHNEM aCKOPOMHOBOM KUCIOTHI.

Pabora BeImotHeHa TpH rToaAepkke MMHOOpHayKH
Poccuu B pamkax cornateHust Ne 075-15-2020-907 ot
16.11.2020 o mpemocTaBlieHUY rpaHTa B (hopMe CyO-
cuaunii n3 penepabHOro OI0MKeTa Ha OCYIIECTBIICHUE
TOCYIapCTBEHHOM MOMIEPKKI CO3MaHUSI U Pa3BUTHUS
HAyYHOTO IIEHTPa MUPOBOTO YPOBHS “ATPOTEXHOJIO-
'y Oymayiiero ”.

ABTOpBI 3agBISIIOT 00 OTCYTCTBUM KOH(MIMKTA
nHTepecoB. HacTosas cTaTbs HE COOEPXKUT KaKMX-
GO UCCIIETOBAHUI C yIaCTUEM JIIOAEH Y SKMBOTHBIX
B Ka4eCTBE OOBEKTOB.
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ITpoBeneHo nccaenoBaHUE JUHAMUKY U3MEHEHUM (poTOXUMUYECKOM akTUBHOCTU (potocucteMsl 11 (OC II) u
HU3KOTeMIIepaTypHBIX CeKTpoB Ipu 77 K B mepBbIX JIUCThsIX 11-AHEBHBIX paCTEHUM O3UMMOI MIIEHULIBI
Triticum aestivum L., a Takke CTPYKTYPHBIX U3BMEHEHU X10poduii-6eKoBbix KoMIuiekcoB (XBK) tuia-
KOWITHBIX MEMOpaH B TIpoliecce BOCCTAHOBJICHUS TTOC/Ie KpaTKOBpeMeHHOro (20 MUH) MporpeBaHUs TIpU
temneparype 42°C. MameHnenue otHouenuit F,/F,,, F735/F695, F735/F685 cBunetenscTByeT 06 MHIMOU-
posanuu PC 11 cpa3y nocite mporpeBanust. C ITOMOIIBIO HEIEHATYPUPYIONIETo 3JIeKTpodope3a MoKa3aHo,
4yTo cBeTocobuparomuit Xi a/b xomreke OC II arperupyeT He cpa3y mociie MporpeBaHusI, a Yepe3 He-
CKOJIBKO 4acoB, TTocie 6 4 HabmomaeTcs ae3arperams XbBK, 4o cormacyercs ¢ yBeIn4eHUEM OTHOILIEHUS
F,/F,, ipy BoccTaHOBNIeHUM. MlcciienoBaHo BIMSIHYE TeMIIepaTyphl, UHTEHCUBHOCTH 1 KauecTBa cBeTa (Oe-
JIBIN, CHHUI M KpaCHBI cBeT) Ha BoccTaHOoBIeHe akTUBHOCTH P C I1 1 HU3KOTeMITepaTypHBIX CIIEKTPOB
dnyopecueniuu. Cuesiad BbIBOI, UYTO BOCCTAHOBJIEHUE SIBJISIETCSI HE3aBUCSIIIMM OT (POTOCMHTE3a CBETOAK-
TUBUPYEMbIM HU3KO3HEPreTUUYECKUM IpolieccoM, Hanbosee 3¢hGheKTUBHBIM Ha CUHEM CBETY.

KmoueBbie caoBa: Triticum aestivum, BOCCTAaHOBJIEHUE (DOTOXUMUUECKON aKTUBHOCTH, TEIJIOBOI cTpecc,

dotocucrema I, xmopodnmi-6e1KOBbIe KOMILIEKCHI
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BBEOJEHUWE

OOpaTtuMoe MHruoMpoBaHue (GOTOCUHTE3A SIBJISI-
€TCsI OOHUM 13 MEXaHM3MOB aJanTallui pacTeHU K
JIECTBUIO MHOTUX CTPECCOBBIX (phakTopoB [1], u cre-
neHb (POTOMHTUOMPOBAHMS 3aBUCUT OT OajiaHCca MEXITy
¢oToroBpeXAeHUEM M MEXaHU3MOM BOCCTAHOBJIE-
Hust @C 1 [2]. OgHako MexaHU3Mbl UHTUOMPOBAHMUS
dotocucTeM M MX BOCCTAHOBJICHUS B pPa3IUMIHBIX
CTPECCOBBIX CUTyallMSIX, B YACTHOCTM IIPU KPaTKO-
BPEMEHHOM TOBBIIIICHUU TEMIIEPATyPhl, UCCICAOBAHbI
HemocTtaTouHo. CyMTaeTcsi, 4YTO BOCCTAHOBIICHUE
aKTUBHOCTU (poTocHMHTeTHUecKoro amrapata (PA),
CHUXXEHHOI B pe3yJibTaTe TEIJIOBOro CTpecca, 3aBU-
CUT OT MHTEHCUBHOCTU 1 KayecTBa CBeTa, KOTOPEIC
SIBJISTIOTCST OMTHWUMU 13 OITpeIeIITIoNInX (pakTopos [3—5].
Mexay TeM MEeXaHU3MBbI IeMCTBUSI KpaTKOBPEMEHHOTO
TEIUIOBOIO CTpecca Ha (OTOCUHTE3 U IIyTU BOCCTa-
HOBJICHUSI (POTOCHMHTETUYECKON (YHKIIMU II0CTIe
TEPMOMHAKTUBALIMY Majio U3ydeHbl. OMHUM U3 TaKUX
CTpecc-3allUTHRIX MexaHu3MoB MDA OoT HarpeBaHUSI
1 (POTOMHTUONPOBAHUS MOXET OBITH OOpaTHMast ar-

Coxkpamennsi: KBK — kucnoponsbinessitonmii komivieke, GA —
(OTOCHHTETUYECKUI ammapat, X1 — XJI0pohWILI.

peranus Xa0pohuiI-0eaKoBbrIX KoMIuiekcoB (XBK)
dortocucreM, a Takxke meHatypaums XBK [6]. dpyrum
MEXaHM3MOM 3allUTHI SIBIISIETCS IIepepaciipeaeieHIe
SHEPTUM BO30OYXKIEHUSI MexXny (oTocucreMaMu:
CCK ®C II u3 objyactu, rae JIOKaJIu30oBaHa 3Ta (o-
TOCHUCTEMA, MOXET IIepeMeIIaThbCs B 00JIaCTh, TIe J10-
Kanu3oBaHa @C I, 6aarogapst yemMy SHEPrusi, IOrjao-
meHHast CCK, noctynaet npeumyiectseHHO B DC 1,
KoTOopasi 0oJjiee yCTOMYMBA K CTPECCY, B YACTHOCTH K
teruioBomy [7], uem @C 11 [8]. B rmoBBIILIEHUH YCTOM -
YUBOCTU K TEIJIOBOMY CTPECCY TaKXKe MOTYT OBITh
BaxXHbI HU3KOMOJICKYJISIDHBIE COCOMHEHMSI, TaKue
KakK IIPOJIMH, TIMIIMHOETanH, a TAKXKe XOJIMH-COOep-
Xamue coeauHeHus [9, 10].

ITpu 3TOM OTHOBpPEMEHHOE UCCIICAOBaHNUE TMHAMM-
KU U3MEHEeHUI (POTOXUMUYECKON aKTUBHOCTU XJIO-
pPOTLIACTOB JIMCTA U CTPYKTYPHBIX M3MeHeHNT XBK
TWIAKOUIHBIX MEMOpaH paHee He MPOBOIMIOCH.
Mexny TeM u3ydeHue 3TOi JUHAMUKU MOTJIO OBl MO-
MOYb YCTAHOBUTH CBSI3b (DOTOXMMUYECKUX U3MEHE-
HU1 XJIOPOIIACTOB CO CTPYKTYPHBIMU U3MEHEHUSIMU
XBbK doTtocucreM.

Llenpio ncciiemoBaHUs ObLTO M3YyYEeHUE BIIUSTHUS
KPaTKOBPEMEHHOIO TEIIOBOro crpecca npu 42°C
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(20 MMH) Ha IMHAMUKY CBETO3aBUCHMMOTO BOCCTAaHOB-
Jienust ¢poroxumuueckoii aktusHoct ®@C 11, conpsi-
KEHHOI1 ¢ BOCCTAHOBJICHUEM 3JIEKTPO(POPETUIECKOI
noasikHOocTH XBK. MBI mpenrroraraeM, 94To oopaTtu-
MBI€ CTPYKTYPHO-(YHKIIMOHATBHBIC n3MeHeHNsTI XBbK
doTocucTeM SBIISIIOTCS 3alIATHBIM MEXaHU3MOM JISI
IUCCUNAMM M30BITOYHOM BSHEPTUr BO30YXKICHMS
BCJIEACTBME MHIMOMPOBAHUSI MPU TEPMOUHAKTHBA-
uuu cuctembl accumwisiuuu CO, U/Win KUCI0poa-
BoIOesTIoNIero Komimiekca (KBK) ®C 11.

MATEPUAJIBI 1 METOJbI

B onbiTax ncnonb3oBanu 11-mHEBHBIE TPOPOCTKU
o3uMoii reHullsl ( 7Triticum aestivum L.) copta Moc-
KOBCKasl 35, KOTOphIe BhIpalllMBaJd Ha IIECKE C J0-
GaByieHuMeM pacTtBopa KHoma Ipu WHTEHCHUBHOCTU
ceeta I = 150 MxMonb kBaHTOB PAP/(M? C), momy-
yeHnHoro ot Jiamil JPJI®P400 ¢ ¢poronepuogom 16 u,
npu Temneparype 22°C. 111 onbITOB OTOUPAIN OM-
HAKOBBIE MO pa3MepaM pacTeHUs U TTOMeIaan IIpo-
pocTtku B BomsHoit tepmoctatr MLW U2 (VEB MLW
PRUFGERATE WERK MEDINGEN, DDR) npu
temrrepatype 42°C (20 MUH), IIOJTHOCTBIO IIOrpyKast
MPOPOCTKMU B BOAy. 3aTeM MPOPOCTKU MOMEINAN B
nuTaTeJbHbII pacTBop KHoOIa U BBIAEPKUBAIMU TIPU
TAKUX Xe YCIOBUIX, KAKUMH OHM OBbLIH IO MPOrpeBa-
HWSsI, HO IIPU pa3HbIX THTEHCUBHOCTSIX cBeTa (C1a00it —
60 WE/(M? ¢), ymepennoit — 300 LWE/(M? ¢), critbHOM —
800 WE/(m? ¢)) mpu 22°C. BMmecTe ¢ 9TUM ITpU BOCCTa-
HOBJIEHUY VICTIOJL30BaI TPY BapHaHTa OCBEILEHUS C
IMOMOIIIBIO OENIbIX, KPAaCHBIX M CUHUX CBETOIMOAOB
(“TH NEON Ltd.”, Poccust), xapakKTepuUCTUKHI KO-
TOPBIX OBUIA BepU(PUIIMPOBAHEI C TIOMOIIBIO IITNUPO-
Koauana3zoHHoro crekrpomerpa S100 (“Solar Laser
Systems”, bemapych). MakcuMyMbl TOJIOC M3ITydeHUsI
CUHUX CBETOOMOI0B — 463 HM, KpacHbIX — 656 HM,
HoJIylIMpuHa Iojaoc — okojo 20 HM. B psime skcre-
PUMEHTOB B MUTATEIBHYIO CMeCh ObLI JOOABIIEH XJIO-
paMdeHnKoI B KoHedHOoU KoHueHTpar 0.001 M.

AxTtuBHOCTbh @®C II n3Mepsin B EPBBIX JTUCTHIX
IMPOPOCTKOB C MOMOII[bIO METO/IA IEPEMEHHOM (hITyO-
pecleHIr, Ucnonb3ys docdopockon [11]. Payo-
PECILIEHIIIIO BO30YKIaI CHHUM CBETOM C A,, = 480 HM
(0.15 Bt / M?), KOTOPBIIA 6bUT C(POKYCUPOBAH Ha IIJIO-
manake 5 X 20 MM B BepXHEH TpEeTH MOBEPXHOCTH JIN-
cra. HdeiictByrommii ceet (100 Bt/Mm2, A > 660 HM)
MPOITyCKaJICSl 4Yepe3 CTEKISIHHBIM  CBETO(MUIBTP
KCI18 (“JIOMO”, Poccust). U3amepsiemble mmapaMeT-
pbl Ob1u Fy, F,, F,,. Fy u F,, — ypOBHU HauYaJIbHOI U
MaKCHUMaJIbHOU (JIyOpeCLeHIIMU XJI @ COOTBETCTBEH -
Ho [12], F,, — CBETO-UHAYLIMPOBaHHbIE W3MEHEHUSI
dyopecueHumm Xi1 a. PaccunTeiBaicss MakcMaib-
HbIM kBaHTOBBIH Beixon PC 11 — otHomenue F,/F,,.

CrpykrypHble u3MeHeHnsI XBK KoMIiekcoB aHa-
JIM3UPOBAJIA C IIOMOIIBIO U3MEPEHUS CITIEKTPOB HU3-
KOTeMIIeEpaTypHOI (DIyopecleHIIMN TIPpU BO30YXKIe-
HHMU CBETOM A,, = 435 HM U BO30yXIeHuUs1 dyopec-

XPUCTHUH wu np.

LeHIUu JUCTheB (A, = 685 uMm) mpu 77 K Ha
cnekrpodayopumerpe Hitachi-850 (Hitachi Ltd.,
SnoHus). Beiceuku JIMCThEB TTOMEIAIM B CTEKJISIH-
HBIEe TPYOKH, a 3aTeM B cocyn Jlproapa ¢ XKMIKUM a30-
TOM, KOTOPBI yCTaHABAMBAJIU B KaMepe U3MEPEHUSI
dayopuMeTpa. KoanuectBo maMepeHUil B KaxXAOM
omnkbITe ObLIO HEe MeHee TpeX. I1pu 3ToM HaXoaMiIn oI1-
TUMaJIbHOE HaTIpaBJIeHUE BO30YKIarolero ceera (A, =
= 435 HM), magalouiero Ha IIOBEPXHOCTh JINCTA, YTOOBI
paccesiHIEe TTaJaloNiero cBeTa ObUI0 MUHUMAIbHBIM.

Xnoporutactel ¥ yactulibl M C 11 momyyanu mo Me-
tony [13]. K BeineneHHbIM yactuam @ C 11 (KoHLeH-
Tparwmst X1 = 2 mr / i1 B 50 MM Mes-6ydepe (pH 6.0) ¢
10% (w/v) rmunepuHa u 1 M caxapo3bl) 1o0aBIIsLIN
BOIHBI pacTBOp n-moaeini-f-D-manbro3una (M)
(10%) mpu cootHomenun AM/Xn pasHom 10 : 1
(w/w) 1 nakyouposanu rpu 4°C B TeueHue 45 MUH,
noce 9ero nooasisiii 3 oobema 50 MM Mes-0ydepa
(pH 6.5) n uentpudyruposanu npu 28000 g 20 MuH rIpu
4°C. CyrepHaTaHT ¢ KOHIIeHTpaluein X1 = 15 MKr/mi
HMCIIONb30Bann s anekrpodopesa. Ipu atnx ycno-
BUSIX B CyTIepHaTaHTE HAXOIUTCS TIPEUMYILECTBEHHO
®DC II ¢ manoit npumechbio CCK ®@C I1.

g HeaeHATypUPYIOILIETO MOIUaKPUIaAMUIHOTO
renb-anekTpodopesa (PAGE) XBK comobunmsnpo-
BaJIM U3 MeMOpaH TuiakouaoB. JJist aToro MemoOpa-
HbI (15 Mxr/Mn Xi1) cMemuBanu ¢ pactBopom 0.45%
(M), 0.1% nomeumncynbdar autus (JIAC), 10%
mLeprH B 25 mM Mes-6ydepe, pH 6.5 npu coort-
HOIIIEHUH JeTepreHT/xopodwur paBHOM 20 : 1 (w/w).
ITocne mukyb6amyu 30 MUH Ha JIbAY OOpa3lbl LIEH-
tpudyruposanu mpu 45000 g, 20 muH. [Inst aHanu3a
KCITOJIb30BAJIN CYIIEpPHATAHT.

Conepxanue numepoB, MoHoMepoB DC 11 1 arpe-
ratoB CCK B THJIaKOMIHBIX MEMOpaHaxX KOHTPOJIUPO-
BaJI, VICITOJIb3YsI METOI 3JIeKTpodope3a B HOTUAKPU-
JIaMUOHOM Telle coriacHo [14] ¢ depudarom-160
(B,a-laurel D-iminopropiodinate) B 12%-Hom PAGE
B HWJIMHAPUIECKUX TPYyOKax. DiIeKTpodope3 IIPoBo-
o ipu 85 B B temHoTe nipu 4°C.

[t oripenesieHust (hJIyOpeCLICHTHBIX ITapaMeTPOB
(F,, F,, Fy), a TAK:Ke HU3KOTEMIIEpaTypHOIi CIEKTPO-
CKOITMM U COAECPKAHUS MMMTMEHTOB HCITOIb30BaJIu HE
MmeHee 10 JIMCTBEB B KaXXOAOM B3KcIiepuMeHTe. Bce
aHaJIM3bI TOBTOPSUTUCH OT 3 10 7 pa3. JocToBepHOCTh
SKCIEPUMEHTANIBHBIX HAHHBIX OLIEHMBAaJach C MC-
MoJyib3oBaHueM Kputepust CThIOJEHTA.

PE3VJIBTATHI

Axktusnocts @C I1. KpaTkoBpeMeHHOE IIporpeBa-
HUE MPOPOCTKOB Tpu 42°C cCONMPOBOXIAIOCH 3aMET-
HBIM HageHUEM MaKCUMaJIbHOTO KBAHTOBOI'O BBIXOIA
dnyopecuenuuun F,/F,,, xapakrepusyomum ¢GHoTo-
xuMunyeckyto aktuBHocth @C 11, ¢ Beanuunbl 0.75—
0.77 (xoHTposab) no 0.50—0.55 (B ombITe Cpaszy Mmocie
00paboTtkm) (puc. 1). OgHAKO IIpU 3TOM BEJIMYMHA
MOCTOSTHHOM (yopecueHun Xia a (Fy) npakTuye-
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Puc. 1. I3MeHeHUsT MAKCUMAaTbHOTO KBAHTOBOTO BBIXOIA
OC II (F,/F,,) B mucTbsIX 11-AHEBHBIX TPOPOCTKOB O3U-
MO TIIIEHUIIBI, TOABEPTHYTHIX (OejIble CUMBOJIBI) U HE
TTOBEPTHYTHIX (YEpHBIE CHMBOJIBI) TETUIOBOMY CTpeccy
npu 42°C (20 mun). I1ocite mporpeBaHust IPOPOCTKU BbI-
palMBaIM Ha cJ1aboM, YMEPEHHOM M CUJIBHOM CBETY TIPU
22°C (n=10). I — KOHTPOJIb, cN1abblii CBET; 2 — KOHTPOJIb,
CWJIBHBII CBET; 3 — MPOrpeB, clabblil CBET; 4 — MPOrpeB,
YMEPEHHEII CBET; 5 — MPOTPEB, CUIIBHEIA CBET.

cKu He u3MeHsiiack. [Ipu mocnenayomeM BbIISpXKI-
BaHUU TEPMOMHAKTUBUPOBAHHBIX ITPOPOCTKOB Ha
CBeTy HaOMomaeTcsl NajbHeilnee CHIKECHUE OTHO-
menwus F,/F,,. [IpuaeM, eciim MpOpOCTKH MHKYOMPO-
BaTb B TEMHOTE, TO 3TO CHIKEHUE MPOUCXOIUT OoJiee
IuTesibHoe Bpemsi (puc. 2). Ha 6e1oM cBeTy CHUKeHMe
aKTUBHOCTU IIPOJOJIKAJIOCH IIPMMEPHO B TEUYCHUE
10—24 49, 3aTeM HabJIIOAAIaCh HEKOTOPAs CTAOMIM3ALIVS
M TIOCTEIIEHHOE BOCCTaHOBJICHME. BblmepkuBaHUe
MPOPOCTKOB B TEPMOCTATE TP KOMHATHOM TeMIIepa-
Type (20 MUH) TIpaKTUIYECKU HE BIUSIET HA BEIUIUHY
MaKCHMaJIbHOTO KBAHTOBOTI'O BBIXO/A.

BoccranoBnenue aktuBHoct @C 11 u amexTpo-
dopetnueckoii nogBrkHOoCcTU XbK 3aBrceny ot uH-
TEHCUBHOCTU U CIEKTPaJbHOIO KadecTBa CBETa, IIpU
KOTOPBIX BbIAEPXKUBAJIUCH IMpopocTKu. Ilpu onuHa-
KOBOIT ”THTEHCUBHOCTHU OCBEIIEHUSI CUHUI CBET ObLI
Hambonee 3(PpPeKTNBEH 11 BOCCTAHOBIICHUS TI0 CPaB-
HEHMIO ¢ OeJIbIM M KpacHbIM cBeToM (puc. 2). Ilpe-
MMYIIECTBO CUHETO CBETA, II0-BUANMOMY, CBSI3aHO C
aKTUBallMeil CUHTe3a 0eJIKOB, YIaCTBYIOIINX B BOC-
craHoBieHun @C 1. B TeMHOBBIX YCIIOBUSIX BOCCTa-
HOBJICHME MPaKTUYECKU He Habmogaaock. MHruoutop
6enkoBoro cuHTe3a xiaopamderukon (0.001 M) mo-
nIaBJisti1 BocctaHoBieHue DA (puc. 2).

b0 MOKa3aHo, YTO NpeaBapuTEIbHOE MPOrpe-
BaHMe NpopocTKoB Ipu 40°C B TteyeHue 20 MuUH
MPUBOIUT K HEKOTOPOMY YBEJIMUYEHUIO MEPBUYHON
TETJIOYCTOMYMBOCTH, a TaKXK€ K 3aMETHOMY YCUJie-
Huto ckopoctu penapanuu KBK u ®@C 11 nmocne BTo-
PUYHOTIO TEIUIOBOTO 1IoKa (puc. 3).

B cnekTpax HuU3KoTeMIepaTypHOil iayopecLeH-
UM KOHTPOJBHBIX U OIBITHBIX PACTEHWI HAGII0Ia-
JINCh TPU TOJIOCHI ¢ MaKcUMyMaMHu Tipu 685, 695 u
Ne 5 2021
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Puc. 2. U3MeHeHMsI MAKCMMAIbHOTO KBAHTOBOTO BBIXO/IA
O®C II (F,/F,;) npu HarpeBaHUU MPOPOCTKOB MILEHUIIBI
npu 42°C B TeueHue 20 MUH B TEMHOTE U IIPU MX I1OCIIE-
JIYIOIIEM TMOCTCTPECCOBOM BOCCTAHOBJIICHUU B pa3jivy-
HBIX CBETOBBIX YCJIOBUSX: (/) TPOPOCTKU, HE TIOABEPTHY-
ThIe HarpeBaHUIO (KOHTPOJIb); (2) Geblil CBETOMMOMHBIIA
cBeT MHTeHCUuBHOCThbIO 100 UMoOab KBaHTOB/(M” c); Oe-
Jbiit (5), cuHmii (3) 1 KpacHBIN (6) CBETONMOMHBIN CBET
MHTEHCUBHOCTBIO § UMOJIb KBAaHTOB/(M” ¢); (7) 6e3 cBeTa;
(4) mpopoctku 6e3 HarpeBaHuUs + xopamdeHukon (XA);
(8) XA + HarpeBaHue 1 BocctaHoBieHue rnpu 100 pmosb
kBaHTOB/(M” ¢). [loka3aHbl cpeHNE BEIUYUHBI U3 3 He-
3aBUCUMBIX OTIBITOB CO CTAHIAPTHOM OIIMOKO.

735 aM. Kak n3BecTHO, IBE TIEPBHIE TTOJIOCHI OTPAXKAIOT
cocrostHue xiopodwuia B XbK @C 11 [15]. MakcumyMm
npu 735 uMm cootBeTcTBYeT XBK DC 1. AMImTyna
MaKCUMYMOB 685 u 695 HM 3aMeTHO U3MEHSIACh
cpa3sy mocJie IIporpeBaHusI, YTO IIPUBOAMIIO K BO3pac-
taHuo otHomeHuit F735/F695 u F735/F685 Hm
(ta6x. 1). Yepes 6 4 3TU COOTHOIIIEHKST BOCCTAHABJIM -

Taomuma 1. Vsmenenust otHomenuit F735/F695 wu
F735/F685, paccuMTaHHBIX W3 HU3KOTEMIIEPATyPHBIX
crieKTpoB duyopecueHuun npu 77 K mpm HarpeBaHum
(42°C, 20 MUH) ¥ TTOCJEAYIOLIEM BOCCTAHOBJIEHUHU PO~
DPOCTKOB TIIIEHUIIBI Ha CBETY.

Bpewms, u F735/F695 F735/F685
0 (KOHTpPOJIb) 4.0x+0.15 4.1+x0.1
48 (KOHTpPOJIb) 41=+0.3 43+0.2
5.5+0.25 4.8 +0.15
6 3.6 £0.15 3.4+0.25
48 39+0.2 39+0.2

ITpumeuanue. YacTh MpOPOCTKOB BhIpalllMBaId B TeueHUe 48 4
npu +20°C, He moaBepras KakKMM-JIHOO oOpaGoTKaM (KOH-
TPOJIb), OPYIYI0O YacTb IOABEPrajii TEPMOWHAKTUBALIMU TIpU
42°C, 3aTeM BOCCTaHABJIMBAJIHU IIOCJIE TEILJIOBOM 00pabOTKU B Te-
yeHue 6 1 48 4 Ha GesioMm cBety (/ = 60 UMOJTH KBAaHTOB/(M” C).
CriekTpsbl JTyopecueHIIMY JIMCTOBBIX CETMEHTOB PErMCTPUPOBA-
JIM Ha JUIMHAX BOJH 685, 695 1 735 HM 1pu A, o, = 435 HM cpasy
nociie TepmonHaktuBauuu (0), yepe3 6 u (6) u 48 u (48) mocne
Ter1oBoro crpecca. Kaxnast BeJIMurHa COOTBETCTBYET CpEAHEMY
u3 5—7 uaMepeHuil. Paznuumsa mMexny KOHTPOJbHBIMU U IO~
BEPrHYTHIMU TETLIOBOMY CTpecCy IPOpOCTKaMu, Kpome CTpoku 0
HemoctoBepHBI (P> 0.01).
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Puc. 3. Bnusaue npeno6pa6otku mipu 40°C Ha Boccra-
HosseHue akTuBHocTH P C 11 (F,/F,,,) MpOPOCTKOB MIlle-
HULIBI, TIOABEPTHYTHIX B TeueHHe 20 MUH TEIJIOBOMY ILIO-
Ky mnpu 43°C: (/) HeoOpabGoTaHHblE pacTeHUs] (KOH-
Tpoib); (2) mocne mnpemobpaborku mnpu 40°C yacTh
pacTeHNiI THKYOUpOBaIn 24 4 HAa GEJIOM CBETOOUOTHOM
ceety (/ = 40 lMONIb KBaHTOB/ (M2 c)), 3aTeM MnoJBeprajiu
TeruioBoMy 1IOKy (20 muH, 43°C) 1 MHKYOUpPOBaJIM Ha
csety (20 umoinb KBaHTOB/(M2 c)), (3) apyryto gacTp pac-
TEHUII He TIpenoOopabaThIBAIM U Cpa3y MOABEPTralu Tell-
snoBoMy 110Ky Tipu 43°C. Iloka3aHbl cpeaHUe BeJIMYNHBI
U3 5 HE3aBUCUMBIX OIBITOB CO CTAHAAPTHO OLIMOKOM.

BaJIMCh JI0 UCXOAHOTO YPOBHS Ha CBETY HU3KOU MH-
TEHCUBHOCTU. Takue U3MeHEeHUST MOTYT MOBIUSITh U
Ha pe3yabTaThl pazgeiieHuss XbK B ycinoBusx Hede-
HaTypupylolllero ajekrpodopesa.

AHa/IM3 HA OCHOBE TMOJMAKPWIAMMIHOIO Tejib-3JIeK-
Tpodope3a. MeTon HeneHATypUPYIOIIETO IeKTpodo-
pe3a MOo3BOJISIET COXPAHSThH CBSI3U OETOK-XJIOpOGWLT U
TeM caMbIM HcclienoBaTh cyokomimiekcsl MC 11 mpu
TETJIOBOM CTPECCE U TOCJEIYyIOlleM BOCCTaHOBJIE-
Huu aktuBHoctu OC I1.

Ha puc. 4 moka3zaHbsl pe3yJbTaThl 3JIeKTpodope-
TUYECKOro pasiejieHusl mpernapaToB TUJIAKOUIHBIX
MeMOpaH, BbIIEJIEHHbIX M3 JIMCTbEB KOHTPOJIbHBIX
HEMpPOrpeThIX IIPOPOCTKOB (IopoxkKa 1), mporpeThix
npu 42°C (mopoxka 2) U 3aTeM BOCCTAaHOBJIEHHBIX
yepes 6 9 (mopoxkka 3) v 24 4 (mopoxkKa 4) IpOPOCTKOB.

OOHapyXeHO 5 OCHOBHBIX MUTIMEHTHUPOBAHHBIX
¢dpakuuii (1mojioc), a TakkKe CBOOOMTHBIN XJI0pOMUILI.
D1H dpakLuu IpeacTasieHsl MoHoMepoM (1), nume-
poM (2) u TpumepoM (4) CCK OCII, IIBK dC 1 (3), a
TakXe auMepoMm Koposoro komiuiekca ®@C 11 (5).
Cpa3zy nocJje nporpeBaHnsI MHTEHCUBHOCTD ITOJIOC 2,
4 1 5 yMeHbBIIANach U 4yepe3 6 9 3KCITO3UIINN Ha OTHO-
CUTENTLHO CUIbHOM cBeTy (1500 MKM kBaHTOB/(M? C))
naganga 1o MuHuMyMa. Ilpu aToM Hab0ga710Ch MO-
SIBJIEHUE MOJIOCHI Ha CTapTe JOPOXKKH 2, KOTopasi, Kak
MBI TIpeariojiaraeM, MpuHaIIeXuT K arperatam XbK.
Dra1oioca arperara ucdesaiia uepes 24 4 1mocje mpo-
TpeEBaHUS U HE TTOSBIISIACH TIPU OCBEILIEHUU TPOrpe-

Aepecamut

|__— . . S ) ———
5 — M. _ 205k/a
4 —>;m o KH
T g e

Puc. 4. I'eap-anexkrpodopes XBK memOpaH, BblaesieH-
HBIX M3 JIMCTHEB MIPOPOCTKOB MILIEHUILIBI HETTporpeThix (1)
u nporpetbix npu 42°C (20 MuH), 3aTeM UCIOJIb30BaH-
HBIX U aHam3a Tociie ocBeteHus (1 = 300 uE/(M2 c))
B reyeHue 04 (2), 6 4 (3) u 24 4 (4). 151 3arpy3Ku dJeK-
Tpo(OpPEe3HBIX TPYOOK ObLIA MCIIOJb30BaHA CYCIICH3USI C
KoHIeHTpauueit X = 25 mkr/resnb. Mcrnoiab3oBaHbl Map-
Kepbl OINpeneIeHHOro MOJIEKYJISIPHOTO Beca: MUO3UH,
205 x/1a; 6b14mnii CLIBOPOTOYHBI aTbOyMUH, 68 k/1a; Kap-
6oanrunpasa, 29 k/la. Ctpenkamu nokasaHsl (1) MOHO-
mep, (2) numep u (4) tpumep CCK 11, (3) komruiekc @C 1,
(5) numep koposoro komiuiekca @C 11, (FP) cBoboaHbie
TMUTMEHTHI.

TBIX TIPOPOCTKOB Ha CBETY HU3KON MHTEHCHUBHOCTH
(40 MxM kBaHTOB/(M? C)) (IaHHBIE HE TTIOKA3AHBI).

OBCYXIEHMNE

®DC Il gaBasieTcs OOTHUM U3 CaMbIX YYBCTBUTE/b-
HBIX KOMITOHEHTOB DA TIpM OeWCTBUM CTPECCOBBIX
(¢akTOpOB, B YACTHOCTHU TOBBILIEHHBIX TEMIIEPATYp
[8, 16]. OcobeHHO YyBCTBUTEIbHA K HATPEBAHUIO CH-
cTeMa BbllIeJIEeHUsI KMCopoaa, Hanprumep, Mo JaH-
HbIM Thompson ¢ coaBr. [ 17] TensioBass ”THAKTUBALIMSI
cucTeMbl BbiaeseHUuss O, OCYLIECTBISIETCS MPU NO-
CTaTOYHO HU3KKX TeMrepartypax — 30—40°C.

HaunGonee BeposITHO, YTO TEMJIOBOI cTpecc meii-
CTBYET Ha JoHOpHYI0 cTopoHy @C 11 [16, 18], ctumy-
Jupyst ocBoboxneHue oenka PsbO u3 mapraHerico-
JepKallero Kjiacrepa, a 3aTeM MOHOB MapraHiia, 4To
OPUBOIUT K CHMXKEeHMIO (dayopecueHmuu Xia [19].
®UBNOJIOTUS PACTEHUN Ne 5
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DTH TPOUECCH TPOSIBIISIOTCS JOCTATOYHO OBICTPO U
MpU 3TOM HE IMPOUCXOAUT OKHUCIUTEIbHOE IOBpE-
xneHue. OTCYTCTBUE M3MEHEHMI OCHOBHOI (hIIyo-
pecueHu Fy 1 coaepxxaHus X B IUCTbSIX, OOHApY-
KEHHBIX HaMU MpPU MCCIIEIOBAHHBIX TeMIIepaTypax,
corjacyeTcsl ¢ 00paTUMOCTbIO MHTMOMPOBAHUS aK-
tuBHOCTH DC I1. OmHAaKO mpU AOCTATOYHO BBICOKOI
TeMIieparype F, Bo3pacTaer, 4YTo MHTePIIPETUPYyeTCs
Kak pe3yabtaT otaesieHuss CCK II oT KopoBbIX KOM-
mwiekcoB OC 11 [20].

Hamu o6HapyxeHo, 4To 3(pheKT MHIMOMpPOBaHUSI
aktuBHocTu ®C Il u poTocHHTE3a yCUIIUBAETCS CO
BpeMeHeM IpU BbIIEPXKMBAHUM IMPOPOCTKOB Ha JO-
CTaTOYHO CWJIbHOM CBETY M BBIpaXX€H TeEM CUJIbHEE,
YeM BbIlIe UHTEHCUBHOCTh CBETa, ITPU KOTOPOM BbI-
e pKUBAIOTCS IIPOpoCcTKU (puc. 1). MoxXHO mpeamno-
JIOXXUTb, YTO TMOCJIE TEMJIOBOrO CTpecca B Auara3oHe
temmepatyp 40—42°C HoTOMHIMOUPOBaHUE MPOUC-
XOJIUT Aa)ke MPU OTHOCUTEJIbHO HU3KWX MHTEHCUB-
HOCTSIX CBETA U JIJIs1 BOCCTAHOBJIEHUS akTUBHOCTH KBK
u OC 11 mocie MHrMOUPOBaHYSI BaXKHBI ITPOTEOJIU3 TTO-
BPEXIEHHBIX U CUHTE3 HOBBIX 0€JIKOB (DOTOCHUCTEM.

M3BectHO, yTo XBK CP43 u CP47 urpatot Bax-
HYIO POJib B TTOJIEPXKAaHUU CTPYKTYPHOM 11€JIOCTHO-
cti @C 11 u ee CITOCOOGHOCTH K BBIIEJICHUIO KUCIIO-
poma [21]. W3onupoBaHHblie KomiuieKchl CP43 u
CP47 00OBIYHO XapaKTEepU3YIOTCSI ITOJIOCAMM HCITyC-
KaHUsl HU3KOTEMIepaTypHOil (yopecleHluu Nnpu
77 K ¢ makcuMyMamu Tipu 685 u 695 i (F685 1 F695)
COOTBETCTBEHHO [15]. IIpUOMM3UTEILHO TaKWe Xe
MaKCUMYMbl OOHApy>XMBalOTCSd W TIPU PETUCTpaLUU
dJryopeclieHLIIMM HATUBHBIX JIMCThEB [22]. PaHee B Ha-
IIIMX OIbITaX Ha JIMCTHSIX MIIeHUIIBI [4] ObUIM OOHApY-
KeHBI 3 TI0JIOCHI (PIIyOpEeCCHIINN: JIIMHHOBOJIHOBAST
nosoca, cBsizaHHas ¢ @C I, 1 1ToJIOCHI ¢ MAKCUMYyMa-
MM OKOJI0 695 11 685 HM, KoTopsle mprHamTexkat OC 11.
3aMeTHOe CHUKEHUE MHTEHCHBHOCTHU TOJIOC C MaKCU-
Mymamu 685 1 695 HM HabTIOIAIOCh Cpa3y I10CJIe Ha-
rpeBanus Tipu 42°C (ta6m. 1). Tak Kak comepxkaHue
MUTMEHTOB MOCJIE HarpeBaHUs U3MEHSIOCh MaJlo, Mbl
MpeanojiaraéM, YTO 3TU CHUKCHUSI CBSI3aHbI C Mepe-
pacnpeneiienneM sHeprun Bo30oyxaeHust ot OC 11
®dC 1 3a cuer nepeasuxenuss CCK @C II B cTpo-
MaJIbHYI0 00J1aCTh. DTO OOpaTUMBIi1 IIPOLIECC U MOX-
HO TIPEATIONOXUTD, YTO He 60JIee yeM depe3 6 9 rmocie
TETIJIOBOTO CTPecca BOCCTAHABIMBAETCS MPEXXHEE pac-
npenenenue sHeprur oT CCK na OC 11. JIluHamMuka 13-
MEHEHUS 3J1eKTPohOPEeTUUECKON MOABUKHOCTU 3eJie-
HbIX 30H 3aBMCeJia OT UHTEHCMBHOCTHU CBETa, UCTIOJIb-
3yeMOoro IJisi BocCTaHOBJIeHUsl. Ha cuiabHOM cBeTy
yepe3 6 9 comepkanne XBK KOMIUIEKCOB CHIDKAIOCh
(puc. 4), a MHTEHCUBHAs IT0JI0Ca, OOHApyKeHHas Ha
cTapTe TOPOXKHU 2, CBSI3aHHAs C arperalyeii BbICO-
koMoeKysapHbix XBK, ncuesama. Dt ¢pakThl MO-
TyT OOBSICHATHCSI Momudukanmein 6enkoB 1 XbK
dC 11, npexnae Bcero CCK ®C II, B yciaoBUsIX
CUJIBHOTO (POTOMHTMOMPOBaHUS. YBeJIMYEHUE OT-
HomeHuit F735/F695 u F735/F685 moxer Takxke
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CBUJIETEJILCTBOBATh O MepepacripeieieHur TOrIo-
1eHHoM sHepruu B nojibdy PC 1. Takoit 3a1UTHBIMA
3 deKT MPOTUB POTOMHTMOMPOBAHUS 1 TETIJIOBOTO
cTpecca OMurcaH B JIUTepaType U MOXET ObITh CBSI3aH
c arperaiueiit CCK @C II ¢ yacTbio 6€J1KOB KOPOBOTO
komruiekca OC 11 [6, 22].

Bbruto mokazano [23], 9To TToTepst KUCIIOPOABBIICIS-
1o111eii PYHKLMU NPEIIIeCTBYET MU3BMEHEHUSIM CTPYKTY-
PBI KOMITIEKCA M OUCCOLMAIINY BHEIIHMX XJI-OCIKOB
KOpoBoro komiuiekca, Hanpumep, CP43 nu CP47, a
TakXKe JPYrMX KOMITIEKCOB C MOCESIYIOIIMM UX MpO-
TEOIM30M. DTOT BOIIPOC ObUI M3yYeH B HAIIIMX SKCIICPH-
MEHTax I10 TMHAMUKE M3MEHEHUI ITMTMEHT-0€JIKOBBIX
1 cyoMoieKyasipHbIx KoMminiekcoB DC I1. dakT no-
CJIECTPECCOBOIO CHIDKEHUSI (DOTOXMMMYECKOM aK-
tuBHocT @C Il ¢ jmar-nepuonom, IISIIMMCS He-
CKOJIBKO 4aCOB, MOXET CBUIETEILCTBOBATH B MOJIb3Y
MIPEAIIOI0XKEHMsI O 3allyCKe SHIOTe€HHBIX MEXaHM3-
MoB aerpagaunu oeynkos @C II. Bo3amoxkHo, Ternio-
BOI1 CTpecC TMIPUBOIUT K OCBOOOXICHUIO U3 JIU30COM
MPOTEOJIUTUIECKUX (PEPMEHTOB, JTMOO aKTUBUPYIOTCS
MENTHUA3bI, JIOKAIM30BaHHbBIC B JIIOMEHE THJIAKOMIIOB.
B T0 Xe BpeMsi, BEpOSITHO, IIPOMCXOIUT U 3aITyCK Me-
XaHM3MOB, BOCCTaHABJIMBAIOIINX OMOCHUHTE3 OEIKOB
®DC 11 n nx BKIIIOYCHNE B TOBPEXIESHHBIE KOMIUIEKCHI.
To, 4To cUHTE3 XJIOPOIUIACTHBIX OEJIKOB de novo XOTs
OBl YaCTMYHO HEOOXOIMM Ui BOCCTAHOBJICHUST aK-
tuBHocT DC Il ciaenyer M3 HaIMX JAHHBIX IO OT-
CYTCTBMIO 3aMETHOI'O BOCCTAHOBJIEHMSI aKTUBHOCTU
@OC Il B mpucyTcTBUM MHTUOUTOpa CUHTE3a Oelka
xjopamM¢peHMKOIa 1 MaKCUMaJbHOMY BOCCTAHOBHU-
TeJIbHOMY 3 dheKTy cuHero cBerta (puc. 2).

Hamu Takske nsydeH appeKkT TeMIiepaTypHOro 3a-
KaJIMBaHMsI, KOTOPBII BaxkeH IJISI BOCCTAaHOBJICHUS
doroxummnueckoii aktusHoctu ®C I1. Bp1o nokasa-
HO, 4TO IpeaBapUTeIbHOE HarpeBaHuEe IIPOPOCTKOB
npu 40°C B reueHue 20 MUH IIPUBOIUT K ITOCIEIYIO-
1IeMy yBEJIMYEHUIO IEPBUYHOM TepMO- U (poTOpe3n-
CTEHTHOCTH, a TAaKXKe K YCUJICHUIO CKOPOCTH perrapa-
mu KBK u ®C II nocjie BTOPUYHOIO TEIUIOBOTO
moka (puc. 3). OTU pe3yJbTaThbl TO3BOJSIOT MTPEIITO-
JIOXHUTH, UYTO B BOCCTAHOBJICHUH, KaK ITOCJIE TEMIIC-
paTypHOro IIoKa, TakK W IIpU (POTOMHTUOMPOBAHUM
MOTYT y4acTBOBaTh OEJIKU TEIJIOBOTO I10Ka.

M3BecTHO, YTO CUHMIA CBET MHAYLIMPYET OMOCUH-
Te3 OeJIKa U yBeJIMUeHUEe CoaepKaHus XJIopoduiia B
pacteHusix [24]. KpoMme TOro, ombITEI ¢ MyTaHTaMU
pacTeHuit ¢ aeUIuToM (POTOTPOIIMHOB 1 BBIpAILIMBa-
HY€ pacTeHUI MpPU pa3HOM COOTHOILIEHUM KPacCHOTO U
CHHETO CBETa MOKa3aJIu MOJIOKUTETbHOE JEUCTBUE CU-
HETO CBETa, KOTOPHIN MOTJIOMIAETCS KPpUNTOXPOMaMU
u potoTrpormmHaMu. OH ONTUMUUPYET POTOCUHTES,
cTUMyJIUpyst 3(MOEOEKTUBHOCTL TIOTJIOIIEHUS CBETA,
yYMEHbIIast (pOTONOBPEXICHUS 1 PEryInpys ra3000-
MEH MEXIY JIMCTbSIMU U aTMOcGepoii, B YaCTHOCTH,
yBeJMuuBas (poroxumMmuyeckyio akTuBHOcTh DC 11
(F,/F,) |25, 26]. [Ipennomaraercs, 910 3TN 3(hHeKTH
€CTb CJICAICTBUE ONTUMAJIbHOIO PACIIOJOXEHUS XJIO-
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pOIUIACTOB MPU OCBEIICHUU JTUCTHEB CUHUM CBETOM
1 ONTUMM3ALUUU (PYHKLIMOHUPOBAHUS YCTBUIL Ha
MMOBEPXHOCTH JIMCTA, YTO BaXXKHO MJISI YBEJIMYCHUS
ckopocTu norjoiieHus CO,. OTo coracyeTcs ¢ Bbl-
cokoii 3¢PeKTUBHOCTBIO BoccTtaHoBIeHUss PC 11,
OOHapy>XeHHOM HaMM Ha CMHEM cBeTy. MBI Takxke
OOHAPYXWIN, YTO B MMPUCYTCTBUM MHTUOUTOpA Oell-
KOBOT'O CHHTE3a XJIopaM(PeHUKOIa BOCCTAHOBJICHUE HE
npovcxomut. [loaTtoMy, MBI mpearonaraeM, 4to st
BoccraHoBieHus @C 11 B mpouecce GOTOMHTHOUPO-
BaHMS BaXX€H CHMHTE3 OEJIKOB (DOTOCUCTEM, a TaKKe
3 dEKTUBHBIN MPOTEOJIN3 MOBPEXKIACHHBIX CTPECCOM
OenKkoB [4].

Panee ObI1O MoKa3aHo [16], 4TO BBICOKAsI TEMIIE-
paTypa JIUMUTHPYET CIIOCOOHOCTh pACTEHMIA WC-
MOJIL30BATh CBETOBYIO DHEPTHUIO M YyCUIIMBAET 3((PEKT
¢doronHrubupoBanusi. Ilo-Buaumomy, 3TOoT 3DDEKT
MPOSIBIIIETCS U IIPU ITOCIIECTPECCOBOM BOCCTAHOBJICHIN
®dC II, Tak KaK Ha CWIHLHOM CBETY BOCCTAHOBJIEHUE
®DC 11 6b1710 CYIIECTBEHHO 3aMeIJICHO IO CPABHEHUIO C
BOCCTAaHOBJICHMEM Ha CBETY HU3KOM MHTEHCUBHOCTU

(puc. 1).

Takum o6pa3om, IporpeBaHue IIPOPOCTKOB MIIIE-
Huubl B TeyeHue 20 muH npu 42°C u mocienypoliee
BBIIEpXKMBaHNE Ha CBETY BBICOKON MHTEHCUBHOCTHU
crumynupyetT arperaiuio CCK @C II, a takxke mMo-
HoMepoB U nuMmepoB DOC 11. DT usmMeHeHUs1 Koppe-
JIMPYIOT co cHKeHueM aktuBHocTu P C 11, KoTopas,
Ha JOCTAaTOYHO CUJILHOM CBETY, BEPOSITHO, 00YCJI0B-
JIEeHa CTPYKTYPHBIMU TIepecTpOiiKaMu 1 MOIU(UKa-
nueit XbK. MoxHO TakKe ITpeAInoJ0XKNUTh, UTO arpe-
rausi U CTPYKTYpHO-(YHKIIMOHAIbHBIE U3MEHEHUS
XBbK ¢otocucreM SIBISIIOTCS 3aIIUTHBIMU MEXaHU3-
MaMM, YBEJIUYUBAIOIIUMU TUCCUITALINIO U30BITOU-
HOM 9HEPTUU BO30YXKICHUSI.

ABTOpBI 3agBIIIOT 00 OTCYTCTBUM KOH(MIMKTA
nHTepecoB. HacTosias ctaThsl HE COOEPXUT KaKUX-
NGO UCCIIENOBAHUI C yIaCTUEM JTIOJEH U SKMBOTHBIX
B KaueCTBe OOBEKTOB UCCICAOBAHMSI.
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C MOMeHTa MOCcaiIK1 PacCTeHUSI TTOJBEPXKEHbBI TIOPAXKEHUIO PA3IMYHBIMUA BUIAMU IMATOT€HOB, B TOM YUC/Ie U
BUpycaMu. TpaIULIMOHHBIN MOAX0/ B 60phOe C BUPYCHBIMU, TPUOHBIMU M OaKTepUaTbHBIMU MHGEKITUSIMU
npeamnosjaraeT NpuMeHeHue MeCTUUIOB, TaKXKe OTOOP COPTOB, YCTOMUUBBIX K MaToreHaMm. [Tomumo dyH-
aMEeHTaJbHBIX acreKToB, MexaHn3M PHK-uHTepdepeH1n, 00yCcI0BIeHHBII CITOCOOHOCTHIO STUMUHU -
pOBaTh UyKepOHbIE HYKJIEMHOBBIE KUCJIOThI, TPUMEHUM JIJIS1 TOBBILLIEHUST YCTOMYMBOCTH PAaCTEHU K pa3-
JIMYHBIM BUJAM OMOTUYECKUX CTPECCOB. DTOT MOAXO[T 3aKJIIOYAETCsl B IPUMEHEHUUW SHIOTCHHBIX U BK30-
TeHHBIX KOpoTKux uHTepdepupytommnx PHK. ®deHomeH “cynepuHbexis” 6601 OTKPHIT B 1929 romy. OH
MpearoiaraeT yCTOMYMBOCTh PACTeHUsI, TIOpaXKeHHOTro ocjiabjieHHoU ¢opMoii BUpyca, K TTOBTOPHOMY
3apaXkeHu1o HauboJiee MaTOTeHHBIM LITAMMOM TOTO Xe BUupyca. B maHHOI cTaThe mpoliecc MOBTOPHOM
WHOKYJISILIUU MBI UMEHYEM CyTepuHOKYIssuueit. CynepuHOKYJISILUS MoApasyMeBaeT MOBTOPHOE UHOKY -
JIMpOBaHME pacTeHUs TUKOM (popMoii BUpyca Iocje nH(GEKINU pacTeHU MyTaHTHOU (opMoOii Bupyca,
He cofiepKallleii MaToJI0rnuYeckKoil akTUHBHOCTU, YTO 3alyCKaeT OTBETHYIO peaKInio GUTOUMMYHUTETa Ha
nocienyloliee BTopxKeHue nukoro tuiia. [1pu moBTopHOI MHOKYISALIMU pacTeHnii Tabaka (Nicotiana ben-
thamiana) TUKWM TUITIOM BUpYca, KOTOpPbIe ObLUIM MPeaBapUTEIbHO MHMUIIMPOBAHBI MyTaHTHO# (hopMoii
BHpYyca KyCTUCTOM KapJIMKOBOCTUA ToMaToB (Tomato bushy stunt virus), nebeKTHOM 110 OeNKy-CyIIpeccopy,
pacTeHusl JAEeMOHCTPUPOBAIU (PEHOTUIT BOCCTAHOBJIEHUS, TPEIACTABJICHHBIM 3IMMMHALIMEN TeHOMHOM
PHK Tomato bushy stunt virus 1 ero BUpyCHOTIO CyIIPeCCOPHOro 0ejIKa B TKaHSIX pacTeHUIA.

KimoueBnble cioBa: Nicotiana benthamiana, Tomato bushy stunt virus, PHK-untepdepennus, cynpeccop, um-

MYHWTET, MyTaHT, CUCTeMHAast MHOEKIIWS, MTHOKYJISILIUS

DOI: 10.31857/50015330321040047

BBEAJEHUWE

Bupychbl SBISIIOTCSI MPUYMHOI pa3IndIHBIX 3200-
JIeBaHUII pacTeHuii, TEM CaMbIM HAHOCSI OIPOMHBINA
BpeJl pa3BUTHIO CEILCKOTO X03s1iicTBa. [ToaHast HeBoc-
MIPUMMYMBOCTh PACTUTEIBHOIO OpraHM3Ma K BUpPYC-
HOM MH(EKIIMY Ha3bpIBacTCI UMMYHUTETOM. OIVH 13
CIMOCOOOB HEBOCIIPUMUMYMBOCT — KOHCEPBAaTHUBHBIN
MyTh, XapaKTePHbIA W11 9yKapuoT, — MexaHu3M PHK-
nHTepPEpEeHIINN.

PHK-uHTEphEpeHIINS — 9BOIIOLIMOHHO KOHCEP-
BaTHUBHBIN U cnielIU(UYHBINA K MTOCIeI0BaTeIbHOCTU
HYKJICMHOBBIX KHCJIOT MEXaHW3M, 3allyCKaIOIIUICS
nByxuennouyeyHbIMI MoJieKynamu PHK m perymmpyio-
LU TIPOIIECC IKCIPECCUM TeHOB y ayKapuoT. PHK-
nHTepdEpeHIUS SBIISIETCS 3alIUTOM OpraHu3Ma OT
MMOCTOPOHHUX HYKJIEMHOBBIX KMCJIOT, TEM CaMbIM SIB-
JISISICh OAHOM U3 OCHOBHBIX JINHUI1 UMMYHUTETA MMPOTUB
BUPYCHBIX MHpeKnuii [1]. Perummkanus Bupyca ak-
TUBHUpYeT nponecc 3amycka PHK-uaTepdepennm.

B mndunmpoBaHHBIX KJIeTKaX WHIYKTOpPAMH IIPO-
lecca SBISIOTCS Pa3IMUHbIE TUIIbl JBYXLEMOYEUHbBIX
monekyn PHK. immaneie nByxirenodeansie PHK Bo3-
HUKAIOT B ITpoliecce perumkaimy Bupyca (it PHK Bu-
DPYCOB), IBYHAMPaBJIEHHON TPAaHCKPUIIIUM BUPYCHOIO
reHoMma (mrst JJHK BupycoB), BHyTpUMOJIEKYISIPHOTO
criapuBaHus BupycHbix PHK u nx 6uocunresa de novo
sHaoreHHbIMU PHK -3aBucumbiMu PHK -nioainmepa-
3amu [2]. DHmopuboHyKieaza Dicer m ocraiabHBIE
npenctaButenn cemeiictBa 6eiakoB Dicer (DCL —
Dicer-Like enzymes) TpoliecCUpPYIOT ABYyXlernouyeu-
Hble PHK B BUpycHBIe KOpOTKHE MHTEepPEepUPYIOIINE
PHK (xkuPHK). JlanHb1ii BUI MaJIbIX UHTEPGhEPUPYIO-
mux PHK nHTerpupyercs ¢ 6enkamu cemeiictea AGO
(Argonaute proteins), ¢opmupyst Tem cambiM PHK-
WHIYyLUUPOBAHHBIM KOMIUIEKC 3aMaluMBaHUsl T€HOB
(RNA-induced silencing complex — RISC-kom-
mwiekc). MHKopropupoBaHHasT MOJIEKylda KOPOTKOM
uHtepdepupymoiieii PHK koMmiemeHnrapHa mocie-
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JIOBATEeJIbHOCTY TapreTUPOBAHHOIO BUPYCA U SIBIISICTCS
HampaBJISIOLIEN CUION TPAaHCKPUIILIMOHHOIO cai-
JIeHcuHTa reHoB nmocpeactsoM PHK-HanpasieHHOro
MmeTmpoBanusg JAHK norg momaBneHns TpaHCKPUII-
nuu roMmoaornyHeiXx JJHK man mocT-Tpankpunmm-
OHHOTIO CaiflJIeCHCUHIa IeHOB, YTO BKJIIOYAeT B ceOs
CIUIAMiICMHT U AeTpagalivio WIM TPAaHCISIIIUOHHYIO pe-
npeccuto BupycHbeix PHK [3].

Kopotkue PHK Hapsimy ¢ mukpo-PHK yyacTtByior
BO MHOXXECTBE OMOJIOTMYECKUX TTPOLIECCOB, BKIIIOYAsI
IIPOLIECCHI Pa3BUTUS M OTBETA K CTPECCOBBIM (DAKTO-
pam [4]. CymecTByeT TpM THUIA B3aMMOJIECHCTBUIA
MEXIy pacTuTeabHbIMUA BuUpycamu U Ku-PHK pacre-
HUsI-X03s91Ha: npsamoii a¢dekT ku-PHK Ha BupycHBII
naToreH; HenpsiMoi 3¢ @eKT BUpyCHON MHGEKIINM Ha
nonysinyio Ku-PHK; addekT BUpyCHBIX cymipeccop-
HBIX OeJIKoB Ha mormyJisiinio ku-PHK, yro yacTo Bener
K pazButuio cumnromMoB. Ku-PHK, momumo perymns-
IIMM DHAOTEHHOM 3KCIMpPecCUU T'eHOB, YYacCTBYIOT B
MMMYHHBIX peaKIIMsIX, BEICTYIIasl KaK MaJIbie MHTep-
depupyromme PHK, HarleneHHbIe Ha BUPYCHBIN Te-
HOM [5].

Tomato bushy stunt virus (TBSV) — Bupyc pona
Tombusvirus, cemeiictBa Tombusviridae, cMBICTIOBOI
onHouenoyeuyHblit PHK-Bupyc [6]. B nepByio oue-
penb TBSV uHbuMpyeT KopHU, IIPU CUCTEMHOM pac-
MPOCTpaHEHUM MH(MEKIUU KOJOHU3UPYET BCE TUIIbI
KJIeTOK. BUpnoHBI ObUIM HaAMIEHBI BO BCEX YaCTSIX
paCTUTENIbHOM KJIETKU, BKIIFOYas IMTOILIa3MYy, SIAPO,
MUTOXOHIPHUHU 1 KJIETOYHBIE BaKyoau. B mpupomHbIx
ycnoBusix TBSV pacripoctpansieTcst B TouBe 0e3 1mo-
MOIIY KaKoro-Jinbo BekTopa. B ycimoBusix skcrepu-
MEHTAa IIPUMEHSIETCSI MeXaHnJecKasl THOKYJISILMS [7].

benku-cynpeccopbl UTpaloT KJIOYEBYIO POJib B
nomapiaeHnuu 3amuTHoli PHK-uHTepdepeHiun,
YCHEUIHOMN aKKyMYJISILIUM BUpYCa U €ro pacrpocTpa-
HEHUMU B TKaHsIX pacTteHuii [8]. benok-cymnpeccop P19
BUpYCa KyCTUCTOU KapJIUKOBOCTU TOMATOB SIBJISIETCS
¢akTOpOM MaTOr€eHHOCTH, BaXKHOCTb KOTOPOTO BbI-
paxkaeTcsl B pa3BUTUM CUMIITOMOB UHbeKuuu [9].

@®ynxkuysa P19 3akimodaercss B TOM, 4TO B XONIE UH-
dekumu 6eJI0K 3IEKTPOCTaTUYECKY B3aUMOICICTBYET C
OOMJIbHO LIMPKYIMPYIOIIMMI BUPYCHBIMUY MaJIbIMU WH-
tepdepupyrommmu PHK, nenast ix HemocTymHbIMUY A1
nporpammupoBanus RISC-koMIuiekca, aKkTMBHOCTh
KOTOpPOTO HallpaBjieHa Ha pa3pylueHne BupycHoit PHK.
B KoHeYHOM cyeTe MPOUCXOAUT HAKOIUJIEHUE BUPYC-
HBIX MoJieKyl PHK B nH(puUIImpoBaHHOM pacTeHUMN.
Kpome atoro OmuUto ycTraHoBieHO, 4yTo P19 Taxke
MPENSITCTBYET IPOILIECCY 3alMTHOTO METWJIMpOBa-
Hust MukpoPHK [10]. CympeccopHass akKTMBHOCTh
P19 nonnepxusaet ypoBeHb PHK Bupyca kycTucroit
KapJIMKOBOCTM TOMATOB Ha MPOTSLKEHUM MHMEKIUN
U CIIOCOOCTBYET IOBBIIIEHUIO aKKYMYJISIIUNA IPYTUX
BUPYCHBIX O€JIKOB, MHAYLIMPYIOIINX CUMITTOMBI [11].
BoamozkHo, uto 6enok-cynpeccop P19 nMmeeT cpoacTBo
K OyIUiekcaMm wir mmmibkam mukpo-PHK [12], tem
CaMbIM OIIOCPeIysI BBI3BAHHBIE CUMITTOMBI (DYHKIIUSIMU
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BaXXHBIX 119 pa3Butus sHmoreHHbIX PHK. BricTtpas
aKKyMYJISILUsST BUPYCHBIX AByxlenodyedyHbix PHK
MIPUBOAUT K HaCHIIICHUIO HocTynHoro myjia RISK-
KOMIIJIeKCa, MPUBOISI K OTCYTCTBHIO BO3MOXHOCTH
cBs3biBaTh Ku-PHK.

B pacrenusax N. benthamiana, NWIIEHHBIX 3KC-
npeccumn 6enka P19 npoucxonut aktupamusi PHK-
nHTepdepeHIIUN, KOTopasl IIPUBOAUT K Jerpagaliii
pupycHoit PHK mocpenctBom RISC-komriuiekca. B
NMpUCcyTcTBUM numepa P19 npoucxoauT cBs3blBaHUE
OeJIKa-cyIpeccopa ¢ MaJIbIMU UHTep(eprupyOIINMU
PHK, uyto npenorBpamaer akruBanuio RISC-kxom-
TJIeKca M, COOTBETCTBEHHO, TIPUBOJIMUT K CUCTEMHOIM
nHpexkumnii. KpoMme 3TOoro, 0eaKM-IIPOAYKThl T€HOB
pesucteHTHOCTU (R-TeHbI) pacmo3HaoT yBeIUYeH-
HYIO 3KcIpeccuto 6enka P19 u 3amyckamoT peakiuuio
CBEPXUYBCTBUTENbHOCTH [13].

DdeHoMeH “cynepuHGeKLMs” , OTKPbIThIN B 30-¢ IT.
XX Beka, MpeanoiaraeT ycToMYMBOCTb pacTeHUsl, T0-
paxkeHHOTO ocyiabieHHOM (hopMOii BUpyca K MOBTOP-
HOMY 3apak€HUI0 HauboJjee IMaTOreHHbIM IITaAMMOM
TOTO Ke Bupyca [ 14]. D10 sIBIeHUEe XapaKTepHO TaKKe
JUJTSI BUPYCOB >KMBOTHBIX U OakTepuit. JJaHHbIN noma-
XOH, MIPUMEHSIICS IJIs1 3alllAThl paCTEeHU OT BUpPYC-
HbIX MaToreHoB. HekoTopbie U3 TpUMepOB BUPYCOB,
JUTST KOTOPBIX TaKOH MOAXOMA OKa3ascCsl YCIEIIHbIM,
BKJIIOYAIOT BUPYC KEJITOU MO3auKU KabayKoOB B Ka-
0aukax, IbIHSIX U apOy3ax, BUPYC TOMAaTHOM MO3anuKu
B MOMUIIOpAX U MEpPLE U BUPYC KOJbLIEBON TMSTHU-
CTOCTH Taraiu B narmaiie [15].

Mexannzm PHK -mHTEpdEepeHIInm akTHBHO ITprMe-
HSIETCSl B TeUEHUE TOCTICTHUX ACCITHU JIET KaK UHCTPY-
MEHT B MCCJIeHOBaHMSIX (DYHKIIMU TeHOB. B mo6aBok K
¢hyHIaMeHTaIbHBIM aCIEKTaM, MEXaHW3M UCITOIb3YETCSI
JIJIS TIOBBILLIEHUST PE3UCTEHTHOCTHM PAaCTEHUI K pas3iny-
HBIM BaM OMOTUYECKOro cTpecca. JlaHHbIi MeXaHU3M
MOXET OBITh MCIIOJIb30BaH IJIsi KOHTPOJISI CEJIbCKO-
XO3SIMCTBEHHO 3HAYMMBIX 3a00yieBaHMil pacTeHuii [16].
Takoii monxon mpeamnojaraeT IpuMeHeHNe SHIO0TeH-
HBIX (TpaHCTeHHBIE pacTeHus1) [17] M 3K30reHHBIX
(3K30reHHasi 00padoTKa WU Jerpaaupyrolre HOCUTe-
m) [18] xu-PHK. BcneacTBue orpanmyeHuii B pa3pa-
0OTKE TeHeTUYEeCKM MOAU(MDUIIMPOBAHHBIX PaCcTCHUMA
rcclieoBaHus B o0iacTu (hyHAaMEHTaJIbHbBIX MeXa-
HU3MOB (pUTOMMMYHUTETA U pa3paboTKa ITOI0OHBIX
IMOAXOIO0B IIPEAIIoIaraloT UCIIOIb30BaHNUE aJIbTEpHA-
TUBHBIX MOAXOA0B IMPOTUB BUPYCHBIX ITATOT€HOB.

MATEPHAIJIBI 1 METO/IbI

IToaroToBka MaTtepuaia 1A MHOKyJaAuuu. Pacre-
Hus Nicotiana benthamiana BeIpallIMBaJIM B TETUINLIC
B ycioBusix 16-yacoBoro ¢oronepuona (16 4 — neHsp,
8 4 — HOUB) IIpU cpenHelt Temmnepatype — 24—26°C,
BiIaxkHOCTH — 75—80%). B KauecTBe MCTOYHMKA CBe-
Ta ucnoJib3oBayiv jgamiibl Bulbs Econ, 230 B. C 1e-
JIbIO PABHOMEPHOTIO pacIipeAeieHus cBeTa pacTeHUS
nepeMeIIagy 1o cTeJIaxkaM Kaxknbeie 3—5 nHei.
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Pectpuxinsa BeineseHHbIx tiasmun pUC19 6pi1a
MpoBeeHa peCTPUKIIMOHHOI 3HAOHYKJIea3oi Sma I
(Thermo Fisher Scientific, CILIA). JIuHeapuzoBaHHbIE
IUTA3MUIOBI ajiee CY>KWIM MaTpUIeil I CHHTE3a
matpuyHoii PHK Bupyca KycTHCTOI KapJanKOBOCTHU
tomatoB (TBSV wt) [19] u ero MyraHTHOi1 (hopMbI
(TBSVAP19), kortopast Obl1a CKOHCTPYHpPOBaHa 3a-
MEHOM HYKJIEOTHAOB B ITOCJIEAOBATEJIbLHOCTU CTapT
konoHa P19 6enka B cyoreHomHoit PHK Bupyca, uro
IIPUBEJIO K OTCYTCTBUIO cUMThIBaHMS Oeika P19 [20].
TpaHckpunThel cuHTe3UpOoBau noamumepasoit T7 (T7
Transcription Kit, Thermo Fisher Scientific, CIIIA).
ITpu 5TOM B peaklinio CUHTe3a TPAHCKPUIITOB HE ObLT
BKJIIOUEH aHaJor K3M-CTPYKTyphl. Peakuus in vitro
TPaHCKPUIMLIM ObLJ1a IIPOBEIcHA COITIACHO PYKOBO/I -
CTBY TiponsBoauTeisi. PaGouyast KOHIIEHTpaLMs TpaH-
CKpUIITOB cocTaBisuia 5—10 Hr/MKJI Ha OIHO pacTe-
Hue B 10 MM HaTpuii-pochaTtHOM Oydepe, 00beMOM
500—1000 mxut [21].

JJ1s1 cyTIepuHOKYJISIIIMY ObLUTY OYUIIEHBI BUPUOHBI
BUpYyCa KYCTUCTOM KapJIMKOBOCTU TOMATOB METOIOM
KOJIOHOYHOI XpoMmarorpaduu Ha TUApOKcuanaThuTe
[22]. ITapaMeTpbl KOMTOHKU: IUAMETP — 25 MM, BBICO-
Ta — 5 cM. B KOoJTOHKY BHOCMJIM 5 MJI pacTBOpa THII-
pokcuaratuta B ¢pocdarHoMm Oydepe (Hydroxyapatite
Bio-Gel, BioRad, CIIIA) B kauecTBe HEMOABUKHOI
da3zsl. bydep comepxain 0.01 M HaTpuii-docdaTHbIit
oydep (pH 6.8) 1 0.02% asuma Hatpusi. B kauecTBe
MOABVKHOM (ha3sl ucmonab3oBanu 12 mi 10 MM Ha-
Tpuii-pochatHoro oydepa (pH 6.9). B kojmoHKy
BHOCUJIU TPYOBI 9KCTPaKT MH(PULIMPOBAHHOTO pac-
TeHUs. AIUKaJIbHbIC TUCThSI N. benthamiana ¢ sIpKo-
BBIPAaXKEHHBIMU CUMITTOMAMU TOMOT€HU3UPOBAJIUCH
B 1 M TE-0ydepa (Tris-HCI1 100 MM, pH 8.0; 1 MM
EATA). lanee romoreHaT LeHTpU(YTUPOBAIU 25 MUH
rpu 10000 06/muH, 4°C. CynepHaTaHT 00beMOM 1 MII
BHOCWJICS B KOJIOHKY. COo0p ppakiivii BAPUOHOB ObLT
MPOBEAEH TOCIEAOBATEIbHO C MEPUOIUUECKUM ITIPO-
nyckaHmeM gocdaTHoro oydepa yepe3 KoiaoHKy. Ha-
JINYME OUUIIIEHHBIX BUPUOHOB B COOpPaHHBIX (DpaKIIUSIX
OBLIIO OIpENEIEHO METOJOM BKCIIPECC-TeCTa, KOTO-
pBIii OyIeT OoImicaH Jaee.

Wnokynsmusa pacrtemmii. B Bo3pacte 30—35 mHeit
pactenust N. benthamiana noasepraau oToOpy s
CcOOJIONeHUsI OAMHAKOBBIX YCIOBUI DKCIIEPUMEHTA.
KpurepussMmur otbopa cIry>Kuim ooI1mast BereTaTUBHasI
Macca, BLICOTa paCTEHMUS U CTEIIEHb Pa3BUTHSI JIUCTO-
BBIX IUIACTUHOK.

Jtst yirydiieHusl IPOHUKHOBEHUSI BUPYCHOTO Ma-
Tepyalia MHOKYJISIYS ObLIa MPOBEIeHA METOIOM Me-
XaHUYECKOM MHOKYJISILIUUY, TIPU KOTOPOM IMMOBEPXHOCTD
JIMCTOBBIX IIJIACTUHOK IOBpPEXKIAJIach aOpa3uBHBIM
MaTepHUaaoM C JaTbHEMIINM BTUPAHUEM CYCIIEH3UU
C BUPYCHBIM MaTepuajaoM. B kadyecTBe aOpa3nBHOIO
MaTepuaia UCII0JIb30BaIu OKCUI KpeMHus (celite).

CycrieH3us1 ¢ BUPYCHBIM MaTepMaJiOM COCTOsiIa
3 BUpHoHOB 1 10 MM HaTpuii-pochaTtHOro 6ydepa
(pH 6.8) B cootHomeHnuu 1 : 3. PaGoyas KoH1IeHTpa-

s BupuoHoB — 200 Hr/MKI1. B ciygae MTHOKY IS
TPAaHCKPUNTAMU, CUHTE3UPOBAHHBIMU B YCJIOBMSIX
in vitro, Taxxe ucroJib3oBajcs 10 MM HaTpuii-doc-
daTtHBI Oydep miId pasBeneHUS Marepuana. s
WHOKYJISIIMY OBbLIM OTOOpaHBI 2—3 JIMCTa CO CpeIHe-
ro sIpyca.

Onpenenenne BupuonoB Tomato bushy stunt virus B
UHGDUIMPOBAHHBIX pacTeHusX. [l MOATBEpXIEeHUS
HaJIU4YUU UHQEKIIMU B pACTEHUSX ObLIT UCITOJIb30BaH
9KCIIPECC-TECT OoIpeAesIeHUsI BUPYCHBIX yacTuil [23].

IlepBruHbIE aHTUTEJIA POTUB BUPYCHBIX YaCTHUIL
TBSYV 6b111 niosydyeHsl U3 Mbliieii BALB/C nocre
JIOJITOTO TIepuofa MMMYHU3allMY, KOTOPBIM 3aHsLI
8 Hemenb. I1pu moaydeHMM aHTUTEI BCETO OBLIO I10-
craBieHo 10 uHbekuii: (1) epBbie 5 MOCTaBUIU B
TedeHUe MNepBbIX 4-X Hedeab, u (2) ciaemymooliue
5 nabeKkMii — 2-X mociaenHux Hexeab. Ha 9 Henmene
npoucxonun coop antutes. MMmyHuzaluss Obuia
MpoBeJIeHa TTOCPENCTBOM UCHOIb30BaAHUSI TOJTHOTO U
HenoJiHoro aabloBaHToB @peiinga. Ha 200 MK Bu-
puoHoB (200 Hr/MkJ1) — 200 MKJI aTblOBaHTAa.

Bepxaue nmMcTbsI, HEe MOIBEPTIIHMECS WHOKYIIS-
LIMU, UCIIOJb30BAIMCh IJIsl ONpeAeieHUs] Haaudus
BUPHUOHOB. 11T oripeneneHnst MHGEKIIH ObLT TIPOBe-
IIeH BePTUKAIBHBIN 31eKTpodope3 B arapo3HOM Tejie
(1%). BusyanbHasl OeTeKLMs BUPUOHOB IPOBOMM-
JIach B IreJTb-TOKYMEHTHPYIOIIEH crcTeMe.

st TodHOro omnpeaeaeHus: MPUHALICKHOCTU
000COOJIEHHBIX CKOIUIEHUI HYKJIEMHOBBIX KUCIOT K
BUpPUOHAM BUpPYCa KYCTMCTOU KapjJWKOBOCTU TOMa-
TOB ObLI MPOBEJEH KaWJIISPHBINA TTepeHOC Ha HUT-
PpO1IeIUTIONIO3HYIO MeMOpaHy. B kauecTBe Oydepa mis
nepeHoca ucnoinr3opayics TBE-0ydep ¢ Tem ke mac-
COBBIM COOTHOIIIEHUEM, YTO U IJisl BJIeKTpodope3a.
IlepBrUuHbIE TOJUKIOHAIbHBIE aHTWUTENA, CHELu-
¢uIHBIE K BUpMOHaM Bupyca B pa3BeneHuu 1 : 1000
WHKYOMpOBaJUCh C MeEMOpaHoil B TeueHue 2 4. st
yaaJeHUs He CBSI3aBILINXCS aHTUTEN 3 pa3a B TeUeHue
10 MmuH mpoBomMIack mpoMbiBka TBS-0ydepom ¢ no-
o6asneHuem Tween-20. danee ciaemoBajia MHKyOalMs
CO BTOPMYHBIMHU aHTUTeNIaMu (anti-mouse, Sigma) B
pazBeneHnu 1 : 5000 B Teuenme 2 4. BropyuHble aHTUTE-
Jla KOHBIOTMPOBAHbI C IIEJIOYHOU ocdaTazoii, KOTo-
pasi TUIPOJM3YET TEeTPa3oJIUyM-5-6poM-4-x10op-3-uH-
moman ¢ocar (NBT-BCIP, Sigma-Aldrich, CIIIA) ¢
TOC/ICAYIOIIMM TOSIBJICHUEM TIpelunuTaTa (popMaszaHa
Ha MeMOpaHe, YTO TOBOPUT O MPUCYTCTBUU MH(pEK-
LIMM B TKAHSIX paCTeHUM.

BecrepH-00T-aHamm3. BecTepH-010TTUHT (MMMY-
HOOJ0TTHHT) Oenka-cynpeccopa PHK-unTepdepen-
uuu P19 cocTosit u3 Tpex mocienoBaTebHbIX 3TAINOB;
pasneseHre 6eJIKOB B MOJUAKPMIaMUITHOM Tejie B Ie-
HaTypUpPYIOIINX YCIOBUsIX B ITpucyTcTtBuu SDS; nepe-
HOC O€JIKOB C TeJisl Ha HUTPOLEJUTIONIO3HYI0 MeMOpaHy
IO, JeHCTBHEM 3JICKTPUIECKOTO ITOJNS; TIPOSIBIICHIE
aHTUTEJIaMM IIPOTUB OenKa-cymnpeccopa P19.

ArmmapaTypHoe odopMIIeHHEe YCTPOMCTBA IS
BJIEKTPOOIOTTUHTA COCTOSIO M3 KaMephl IS Tiepe-
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Hoca 0enkoB Criterion System (Bio-Rad, CIIIA). I1e-
pPEeHOC ObLI OCYIIIECTBJIEH B TEUEHUE 2.5 4 TIPU COOII0-
JICHUM CJIEAYIOLINX YCIOBUIA . HampsbkeHue — 150 B,
cmita Toka — 300 MA, mormHOCTh — 50 BT.

Hanee nHKyOMpOBaIM MeMOpaHy C IIepBUYHBIMU
antutenamu (Anti-RNA silencing suppressor P19 an-
tibody, Abcam, CIIIA) npotus 6enka P19 B pazsene-
Huu 1 : 1000. 3aTrem ObUIa IIpoBeAcHA MHKYOAIMs
MeMOpaHbI cO BTOpUYHBIMU aHTUTeaamu (Goat Anti-
Rabbit IgG Antibody, Alkaline Phosphatase conjugate,
Sigma-Aldrich, CIIIA) npoTuB IIepBUYHBIX aHTUTEN
B pasBegeHun 1 : 5000. B xagectBe cybcTpara mc-
noab3oBaii NBT-BCIP (Sigma-Aldrich, CIIIA).

Boinenenne Toraabnoii PHK u3 Tkanei ungunupo-
BaHHbIX pactenmii. TotanpHass PHK w3 TkaHeill nH-
(GULIMPOBaHHBIX PACTEHUU BblAEJIEHA METOAOM (he-
HOJI-XJIOPO(POPMHOI BKCTpaKIUM C AajibHEHIen
MpeLUnUTalueil STUJIOBbIM CIUPTOM [24].

0.2 r anuKaJbHBIX JIMCThEB TOMOIC€HU3UPOBAJIU B
1.5 mn TE-6ydepa ¢ nodasnennem 1% SDS. B romore-
HaT 700aBIsIu 1 MJ X0JI0gHOro (BeHOI-XJIOpodhopM-
M30aMMWJIOBOTO CIIMpPTa B COOTHOIIEeHUM 25 : 24 : 1
(AppliChem, I'epmanus). 3areM roMmoreHaT LIEH-
TpucyrupoBanv B redeHuM 25 muH 1ipu 10000 06/MuH,
4°C; orbupain BepxHIolo (a3y u godasisiiau 40 MK
3 M auerara Hatpus (pH 5.2) u 1 M1 90% sTuiioBoro
cnupta. MHKyoupoBanu obpa3siinl 1pu —20°C B Bep-
TUKaJILHOM MOJIOXXeHUU B TeyeHue 2 4. Cryctd 2 9
neHtpudyrupoBanu odbpasusl mpu 10000 o6/MuH,
4°C B teueHue 20 muH. ITpombuin npeuunurat 70%
STUJIOBBIM cIUPTOM. Jlajee ocTaBisuid oOpas3lbl Cy-
IIUTCS IS UCTTAPEHUSI OCTATKOB 3TUJIOBOTO CITMPTA
Ha 2.5 4. CrrycTd 2.5 9 pecyclieHaIupoBaJIiid 0cagokK B
80 MK BOJIBI.

Herexkums TorassHoii PHK B BepTHKAJBbHOM reJib-
anektpodopese. /yisi MpoOBEpKU KauyecTBa BbINIECJICH-
Hoii ToranpHoM PHK u Busyanmzanmmm ee oOImero
poduist ObLT NPOBEAECH BePTUKATIbHbBIN 3J1€KTpOodo-
pe3 B 1% arapo3HoM reje. O6pasisl ToTastbHOM PHK
BHOCUJIM COBMECTHO C 6 X 3arpy304HbIM OydepoM.
BDnexkTtpodope3 mpoBomid B TeueHue 40 MUH B
TBE-06ydepe mpu cneayolnux ImapamMerpax: HaIipsi-
xenune — 110 B, cmna Toka — 50 MA, Mo1iHOCTE — 5 Br.

PE3VJIBTATHI

IToaroroBKa Matepuaja s CyNepUHOKYJISIMH.
JJ1s1 MTOBTOPHOM MHOKYJISILIUY paCTeHU ObLIY BhIIEIIC-
HbI BUPUOHBI U3 TKaHe MH(MULIMPOBAHHOIO PACTeHUS
N. benthamiana BUpycoM KyCTHUCTOI1 KApJIMKOBOCTH TO-
MaToOB METOAOM aICOpOIMOHHOM XpoMaTtorpadmm Ha
ruapoxkcuamnature. s onpeneaeHus] HAJIWYUS BU-
PUOHOB BO (hpaKIIMSIX IIIOCHTA IIPOBOIMIIV TOPU30H-
TaJIbHBIN 251eKTpodope3 C KOHLIEHTpaLei arapo3bl 1%
C MaJbHEeUIel nx BU3yaqIu3alueil nmona yabTpacduo-
JIETOBBIM CBETOM. BHMpMOHBI ObLIM BhIOpAaHBI B KaUye-
CTBE MaTepuaja sl CyNepUHOKYISIIUM UIsT M30exa-
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TBSVAP19 TBSV wt

HeraTtuBHbII1 KOHTPOJIb

Puc. 1. Pactenust N. benthamiana na 7 neHb 1ocjie MHO-
KyJSIUMU (HETaTUBHbBIM KOHTPOJb — MHOKYJsiLMs ¢hoc-
darapiM 6ydepom, TBSVAP19 — myTtantHas ¢opma Bu-
pyca 1o 6esky P19, TBSV wt — aukuii Tun Bupyca).

HUS KOHTAMUHALIWMI, BBI3BIBAIOIINX AeTPagalliy TPaH-
CKPUIITOB.

OmnpenencHrUe BUPYCHON MHMEKINNA B MHOKYJIV -
poBaHHBIX pacTeHusix. Ha 7 neHb mocie MHOKYJISIIINU
pacTeHus Tabaka, MHPULIMPOBAHHBIC TUKUM THUIIOM,
IIPOSIBJISIIOT CJIEAYIOIINE CUMIITOMBI: YBSITAHUE, alli-
KaJIbHBII HEKPO3, JOKAJILHBIN HEKPO3 Ha CUCTEMHBIX
JIMCTBSIX M 3aAepxkka pocta. MHdeKIs MyTaHTHOM
¢dopmoii BUpyca o 6eky-cyrnpeccopy P19 Ha 7 neHb
MOCJIe WHOKY/ISIIUM XapaKTepU3yeTCs YBSIIaHUEM,
OTCTaBaHMEM B POCTE, MO3AUKOM Ha alMKaJbHBIX JIM-
CTBSIX M OTCYTCTBHUEM JIOKAJIBHOT'O TOYSYHOIO HEKPO3a
TKaHei. Ha 10—20 naM mociie MHOKYISIIIMUA pacTeHUS
MPOSIBJISIIOT (heHOTUTT BhI3AOpOBIeHMs (puc. 1). Hanu-
yue dakTa THPUIIMPOBAHUS OBIJIO YCTAHOBJIEHO BhI-
IIEONKUCAHHBIM 3KCIIPECC-TECTOM ONpEeae/ICHUST BU-
pycHbIX 4dacTtull. IIpoTMB BUPYCHBIX OCJIKOB OBLIN
KCIOJIb30BaHbl aHTUTEIA KOHBIOTUPOBAHHEIC C IIIE-
JIouHO# pocdaraszoir (puc. 2). OmnpenencHue HalIu-
yus sKcrpeccuu cyrnpeccopa PHK-uHTepdhepeHInm
6enka P19 6110 IpOM3BEIEHO COMIACHO METOIMKE,
omcanHoi Beie. [1pn naOKyIa1IMM MyTanToM TBSV
He IIPOMCXOIUT dKcHpeccuu Oenka-cyrpeccopa P19
(puc. 3).

I[TomuMo ompeneeHrsT HAAUIUS BUPYCHBIX Ya-
cTull U (aKTopa MAaTOr€HHOCTH OeJIKa-cyIlpeccopa
P19 6b1na BeineneHa totayibHast PHK u3 nnduuupo-
BaHHBIX pacteHnii. Ha puc. 4 mipencrasieH oOmImin
MpoduIb BbIAEIEHHON U3 MH(MUIIMPOBAHHBIX pacTe-
Huit TotanbHOM PHK, Ha KoTopoMm HaGaroganace re-
Homuasg PHK Bupyca.

BTropuyHas MHOKYJISINMS pacTeHuil, UHGUIUPOBaH-
HbIX MyTaHTHOI#1 (popmoii TBSV. Ha 7 neHb nocie nHo-
KyJSILUM, CepUust pacTeHUi, UHOUIIUPOBAHHBIX MY-
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TToOXUTENBHBI KOHTPOIIH
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(2)

(6)

Puc. 2. Dkcnpecc-TeCT HAJIMYMsI BUPYCHBIX YaCTHIL B pac-
TeHusix N. benthamiana Ha 7 neHb MOCJE WHOKYJISIIUHA
(HeraTUBHbBIN KOHTPOJIb — UHOKYJISILUS (hochaTHBIM Oy-
dbepom, TBSVAP19 — myTranTHast hopma Bupyca 1o 6e-
Ky P19, TBSV wt — nukwuii TMTI BUpyca; TTOJTOXUTETbHBIN
KOHTPOJIb — TIPEABAPUTEILHO OUYMIIEHHBIC BUPHOHBI
TBSV): (a) — snekTpodoperpamma; (6) — 3KCIIpecc-TeCT.

TaHTHOM (popMoit TBSVAP19 Gbuta nHOKyIMpoBaHa
BUPHOHAMHU BUPYCa KyCTUCTOII KapJIMKOBOCTH TOMa-
TOB IUKOTO TUIIA. 1711 BTOPMYHOM MHOKY/ISILINY ObLINA
OoTOOpaHbl JUCThS, pacliojlaraBIINEeCcs] HA OOMH-IBA
spyca BbIIIE T€X, KOTOPbIE MMOABEPTIIMCH IIEPBUYHOMN
WHOKYJISIIUH. JIMCThSI MHOKYJIMPOBAJIKUChH OIMCAH-
HBIM BBIIIE criocoboMm. Ha 7 meHb mociie cynepuHo-
KyJISIIuKM Haomogaicss (beHOTUIT BBI3TOPOBJICHUS W
HaJnu4yue CHCL[I/I(l)I/I‘{eCKI/IX IIATEH HaA JIUCThIAX l/IH(l)l/I—
LUpPOBaHHEIX pacTeHuii (puc. 5). CyliecTByeT IIpe-
MOJIOKEHHUE, YTO 3TU IMSITHA SIBIISIIOTCS TOKATIbHBIMU
obomactamu PHK-uaTepdepentinu. Ha 7 mens mocnie
CYNEPUHOKYISILUA PACTeHUSI OBLJIM ITOJBEPTrHYTHI
aHaJIM3y Ha HaJimuue pakTopa IIaTOreHHOCTU BUpyca
KYCTHCTOM KapJMKOBOCTU TOMaroB, Oeinka P19, mero-
oM MMMyHoOnoTTMHTa. Habmomanack snmMMHAIIAS
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TBSV wt
TBSVAP19

~25k/a

(a)
~15k]/la

~25«k/la

(©)

~15k/a

~25k/a

(B)

~15k/la

Puc. 3. OnpenenerHue Hanuuust akKTopa MaToreHHOCTU —
cynpeccopa PHK-untepbepeniun Genka P19 (Heratus-
HBIA KOHTPOJIb — WHOKYJISIIUS (ochaTHbIM OydhepoMm,
TBSVAP19 — myranTHasi ¢opma Bupyca no 6enky P19,
TBSV — nukwuii Tun Bupyca): (a) — anekrpodoperpamma;
(6) — BectepH-06JIOTTHHT; MeMOpaHa, IToKpallleHHasl Kpa-
curejieM Ponceau; (B) — UMMYHOOJIOTTHHT.

oenka-cyrpeccopa P19 B TKaHsIX pacTeHMid, CynIepruHO-
KYJIMPOBAaHHBIX BUPMOHAMM BUpYyca KYCTUCTOI Kapiu-
KOBOCTHM TOMATOB IMKOTO TUIIA (puc. 6).

Anam3 npodmiaa toransHoii PHK B TKansax cy-
MEPUHOKY/IMPOBAHHBIX pacTteHMil. BbinesneHue ToTab-
Hoii PHK u3 TKaHell cyneprHOKYJIMPOBAaHHBIX pacTe-
HMIi OBLTO ITPOBEICHO METOIOM (heHOI-XIIOPOPOPMHOI
9KCTPAKIUU C JaJIbHEHIIEeH BU3yalu3alueid B relib-
JIOKYMEHTHUpYyIolleir cucteMme. Ilpu Bu3yanmsaumu
totabHOIT PHK B TKaHSIX CyIepmHOKYJIMPOBAHHBIX
pacTeHuii Toka3zaHa 3IuMUHaIMs reHomHoit PHK
BUpYca KyCTUCTOM KapJIMKOBOCTH TOMATOB, YTO CBU-
JIETEJIbCTBYET O BHI3NOPOBICHUM pacTeHUs (puc. 7).
®UBNOJIOTUS PACTEHUN Ne 5
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Puc 4. ToransHas PHK, BeinenieHHast u3 nHGUIIMpoBaH-
HBIX pacTeHUI (HEraTUBHBI KOHTPOJIb — WHOKYJISILIUS
docharuabim 6ydhepom, TBSVAP19 — myrantHas popma
Bupyca no 6enky P19, TBSVwt — nukwuii Tun Bupyca).

TBSVAP19 + wt

Puc. 5. Pacrenust N. benthamiana, VTHOKYIUPOBaHHbIE
TBSVAPI19, Ha 7 neHb nociie CyrnepruHOKYJISILIHU.

OBCYXIEHHUE

BriepBbie BUpYC KYCTHUCTOM KapJIMKOBOCTH TOMa-
TOB ObLI OOHapyXeH B ToMaTax. CorjlacHO JUTepa-
TYPHBIM UCTOYHUKAM, IO CTETIEHU YCTOMUYMBOCTU K
MmaToreHaM pas3jIMyHOTO pojia pacTeHUs AENSITCS Ha
YyBCTBUTEJILHBIE, TOJIEPAHTHBIC, CBEPXUYBCTBUTEIIb-
Hble U KpaiiHe ycTtoituuBblie [25]. Pactrenus N. benth-
amiana OTHOCSITCSI K KaTeropuu YyBCTBUTEIbHBIX
pacTeHHit, YTO TIPOSBIISIETCS B YMEPEHHBIX CUMIITO-
Max B BHIE CKPYyYMBaHUSI alMKaJbHBIX JINCTHEB Ha
3 meHb TIoCie WHOKYJISIIINM, CHMITTOMax CHCTEMHOM
MH(MEKIINY B BUAE YBSIAAHWS M MO3aUKK Ha 5 TEHb I10-
cJIe MTHOKYJISIIINH, a TAKSKE JIOKAJTBHOTO HEKpOo3a TKaHe i
alMKaJIbHBIX JINCThEB Ha 7 AEHBb ITOCIIe WHOKYJISIINM;
Ne5 2021
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Puc 6. BectepH-0J10T-aHA/IM3 HA HAJTM4YWE OeJIKa-Cyrpec-
copa PHK-unTepdeperiuu P19 B TKaHsAX CynepUHOKY-
JIMPOBAHHbBIX paCTeHUI (HEraTUBHBIN KOHTPOJIb — MHOKY-
ssiumst pocdarHbiM 6ydepom, TBSVAP19 + TBSV wt —
MyTaHTHas (popMma o Gesky P19, uHOKyImpoBaHHast qui-
KUM TUIIOM BUpyca KYCTUCTOW KapJMKOBOCTU TOMATOB,
TBSV wt — nukwuii TUII BUpyca).

HeraTtusHbli1 KOHTpOIb
TBSVAP19 + TBSV wt

TBSV wt

I'enomHas
PHK TBSV

Puc. 7. ToranbHass PHK, BeinereHHas 13 TOBTOPHO MHPM -
LIMPOBAHHBIX PaCTeHUIT (HEraTUBHBIA KOHTPOJIb — MHOKY-
sistust pocarHbiM 6yepom, TBSVAP19 + wt — myTaHT-
Hast popma Bupyca no 6enky P19 + cynepuHokynsiys BU-
puoHamu nuKoro Tuta, TBSV — nukwuit Tumn Bupyca).

TOTAJIbHBIN KoJutaric npoucxonut Ha 10—14 mau mocie
uHokysu. KpomMe toro, Tabak N. benthamiana siB-
JISIETCSI MOJIEIbHBIM pacTeHUEM IIPU M3YyYCHUM MeXa-
Hu3moB u ntyteit PHK-unTEpdepeninm.
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OnHUM M3 KJIACCUYECKUX TTOAXOI0B B U3YYEHUU
dyHk1Mit 6enkoB-cynpeccopoB PHK-unTepdepen-
LY SIBJISIETCS UX HAMpaBJIEHHBIN MyTareHe3. B naHHoIi
paboTe Mbl UCIOJIB30BAIM BUPYC KYCTUCTOM Kapiu-
KOBOCTU TOMATOB € “BBIKJIIOUEHHBIM’ T€HOM O€JIKa-
cymnipeccopa P19. OcHoBHOI1 (hyHKIIMEN TaHHOTO CY-
Mpeccopa sSBJISieTcs NpefoTBpallleHue 00beIUMHEHUS
Matbix mHTepdepupyromux BupycHeix PHK B RISC-
KOoMIUIeKC. PacteHusi, MH(pULIMpOBAaHHBIE MyTaHTHOM
¢dopmoii BUpyca KyCTUCTOI KapJMKOBOCTH TOMATOB,
MPOSIBJISIIOT CJlaOble CUMIITOMBI M3-3a OTCYTCTBUS
¢akTOpa maroreHHOCTU. Permkanust u noanepxaHue
BUPYCHOTO F€eHOMa BMOJHE BO3MOXHBI 10 UHAYIIM-
pOBaHUS JIOKAJIbHOTO U CUCTEMHOIO MMMYHUTETA.
CrencTBueM 3TOTO SIBJISIETCSl pacIpOCTpaHeHUe Mep-
BUYHBIX U BTOPUUHBIX BUPYCHBIX MaJIbIX UHTEephEpU-
pytomnx PHK, amrmmdukaiiis KOTopbIX IPOMCXOTNUT
3a cueT PHK-3aBucumbix PHK-mmonmumepas. Ilpen-
roJiaraeTcs, YTo Ha MOMEHT CYIEPUHOKYJISIUU TO-
BBILIEH TUTP BTOPUYHBIX MAJIbIX UHTEP(hEPUPYIOLINX
PHK, a konmn4ecTBO BUPYCHBIX OEJIKOB-CYIIPECCOPOB
PHK-unTepdepennnmm HeBemuko. Cncrema PHK-
nHTepdEPEHIIMU MOATOTOBJIIEHA K MOBTOPHOM aTtake
BUpYCHOTO TaToreHa [8].

ITomuMo crmocobHocTu Oenka-cynpeccopa P19
CBSI3BIBAThCS C BUPYCHBIMU MaJIbIMU UHTEepPEpUpPY-
fommmn PHK Ow1710 3aMedyeHo, 9TO OEJIOK Ha Ha-
YaJIbHBIX 3Tanax MHOEKIMY B3aUMOIEHCTBYET C OH-
JoreHHbIMU MUKpo-PHK [26]. Pertermann ¢ coaBbr.
oOHapykmJI, 9TO ypoBeHb MUKpO-PHK B pactennsx,
MHOUILIMPOBAHHBIX TUKHUM TUTIOM, TTOABEpraeTcst 001b-
M U3MEHEHUSIM, YeM MOoCJIe MH(GUIINPOBAHUST BUPY-
COM ¢ MOIM(MpUIIMPOBAHHOIM (POpMOIT OeTKa-CyIIpecco-
pa P19. Beino ycraHoBieHo, yTo P19 nMeeT BoICOKYIO
adduHHOCTE K MUKpo-PHK 162, perymupymolieit
tpanckpunnnio MmatpnuHoit PHK 6emka Dicer, reHe-
pUpPYIOLLIET0 BUPYCHBIE Majible UHTepdepUpYIOIIre
PHK, 4T0 cBumeTenbCcTBYeT O BaxHOI1 ponu P19 Bo
BpeMsI BUPYCHOM MH(PEKIUN IUKAM TUIIOM BHpYCa.
benok P19 takxke nMeer ciiadbyro ahpuHOCTh K MUK-
po-PHK 168, oTBeualonyo 3a perysimnio 3KCIpec-
cum 6eaka AGO1, ogHOroO M3 rIIaBHOTO KOMITOHEHTA
RISC-komIiiekca, TeM caMbIM IIOHUXasl YpPOBEHb
skcnpeccun Mukpo-PHK 168 u ocnabiisist uMMyHUTET
pactenus [27]. Kpome Toro, mpucyrcrBue P19-6enka
cTumyaupyer obpaszoBanue mMukpo-PHK 168. B to
Ke BpeMsI IIPUCYTCTBUE TOCTOPOHHUX HYKJIIEMHOBBIX
KHMCITOT cTUMYIUpyeT aKkcrpeccnio AGO1 [21]. 3raunT,
MpU TTOBTOPHOIM WHOKYJISIIMM AUKUM TUIIOM BHUpYca,
KomuecTBo P19 6enka 1o cpaBHeHMIO ¢ 6esikamu AGO
OKa3bIBaeTCsI HEIOCTAaTOYHBIM, YTOOBI YCTAHOBUTH
COCTOSIHME TaToreHe3a B MepBOHAYaIbHO MH(MULIV-
POBaHHBIX paCTEHUSIX MyTaHTHOI (hOpMOIi1 BUpyca. DTO
JIMIITHUI pa3 MOATBEpXKIaeT, 4To 3(MEOEKTUBHOCTH
P19-6enka 3aBUCHUT OT ero KojmuecTBa 1 uto P19-6e-
JIOK HE MOXET IIpeIOTBPATUTh yKe 3aITyLIEHHBIA Me-
xanu3Mm PHK-nHTepdepeHInm.

IIpu moBTOpHOI MHBEKLUINU HAOIIOAAETCS DJIU-
muHanuusg reHomHoit PHK Bupyca. I[1pennomaraercs,

JWITOABEK u np.

YTO HA MOMEHT CYIIEPMHOKYJISIIMU TTOBBIIIEH TUTP
BTOPUYHBIX Masibix MHTephepupytomux PHK, a ko-
JIMYECTBO BUPYCHBIX OeTKOB-cyrpeccopoB PHK-uH-
TepdepeHn HeBenuko. Cucrema PHK-unTepde-
PEHIIMY TTOATOTOBJIEHA K MOBTOPHOM aTake BUPYC-
HOro IaroreHa. Takske mpenIiojaraeTcsi, 4To IIpu
MMOBTOPHOM MHOKYISIIUY IUKUM TUIIOM BHpYyca, KO-
JuyectBo P19-6eska no cpaBHeHUIo ¢ 6enkamu AGO
OKa3bIBaeTCSI HEOCTaTOYHBIM, YTOOBI YCTAHOBUTH CO-
CTOSIHME TAaToTreHe3a B IIepBOHAYaJIbHO MHQUIIMPO-
BaHHBIX PACTCHUSIX MyTaHTHOM (popMoii BUpyca [22].
DTO JMIIHUIT pa3 IOATBepXaaeT, 4To 3(pheKTUB-
HocTb P19-0enka 3aBUCHT OT €ro KOJIMYECTBA U TO,
yTo P19-6e10K HE MOXET IpenoTBpaTUTh YKe 3ary-
meHHbI Mmexann3M PHK-uHTepdepennmu.

JlanHast paboTa TpeOyeT JOITOTHUTEIBHBIX UCCIIEIO0-
BaHMIA C LIE/IbIO BHISIBJICHUS BIMSIHUSI B3aUMOACHCTBUS
SHIIOTEHHBIX U 3K30T€HHBIX (PAaKTOPOB U BUPYCHOTO
oenka-cynpeccopa PHK-unTepdepeHIMM Ha peakm
HEBOCIPUMMYMBOCTU PACTUTEILHOIO OPraH13Ma.

Pabora BrITTONIHEHA TTpU (PMHAHCOBOM ITONIEPKKE
Komurera Haykum MwuHuctepctBa OO0pasoBaHUS U
Hayku Pecriyomiku Kazaxcran (rpantst AP05135633,
AP09058098) u rocymapCTBEHHOII MpPOrpamMMbl
(Ne BR05236574).

ABTOpHI 3asIBIISIIOT 00 OTCYTCTBUU KOHMJIMKTA
WHTepecoB. HacTosmas ctaThsl HEe CONEPKUT KaKUX-
JI6O UcclieloBaHU C ydacTUeM JIIOAEH U SKMBOTHBIX
B KaYeCTBe OOBEKTOB UCCIICTOBAHMUS.
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OIHEHKA TNTYTATUOHOBOTI'O CTATYCA B KOPHAX
TPAHCTEHHBIX 11O TEHAM psl U rapAl PACTEHUII TOMATA
IMPU JEVICTBUMU Rhizobium leguminosarum
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HccnenoBanu ypoBeHb TJTyTaTUOHA B KOPHSIX pacTeHuil Tomarta (Solanum lycopersicum L.), TpaHCTEHHBIX
no reHam ps/ u rapAl, B IpUCyTCTBUM MUKPOCUMOMOHTAa OOOOBBIX pacTeHuil Rhizobium leguminosarum
VSy3. TpaHcchopMUpoBaHHbIE TeHOM ps/ pacTeHUsI MOKa3ajlu 6oJiee BLICOKME Pe3yIbTaThl MO aare3uu 6ak-
TepUii, 9YeM B cllydae UX TpaHC(hOPMAIIUK TeHOM rapA I, 94TO MOJIOXKUTETLHO KOPPETUPOBAIIO C POCTOBBIMU
napamMeTrpamu pacteHuii. O6paboTKa pru3001SIMU MOBBIIIAIA COASPKAHUE TJIyTaTUOHA B KOPHSIX PaCTeHUM
JIIMKOTO TUIIA B 3 pas3a, B KOPHSIX pacTeHUil, TpaHC(OPMUPOBAHHBIX TeHOM rapA 1 — B 4.7 pa3, a B paCTeHUSIX,
TPaHCTEHHBIX IO TeHY ps/ — 6oJee YeM B 5 pas. [TosrydeHHBIE pe3yIbTaThl JAIOT OCHOBAHUE YTBEPXKIATh, YTO
KOJIMYECTBEHHBIE ITOKA3aTeJIM CONEeP>KaHUsI TTIyTaTUOHA B KOPHSIX MOTYT CITY>KUTh MapKepoM 3(hHeKTuBHO-
CTH MOJYYEHHBIX de n0vo UCKYCCTBEHHBIX CUMOUOTUYECKMX CUCTEM.

KimoueBble cioBa: Solanum lycopersicum, Rhizobium leguminosarum, rayTatioH, psl, rapA 1, NCKyCCTBEHHBIC

CUMOMOTUYECKUE CUCTEMBI
DOI: 10.31857/S0015330321050225

BBEJEHUWE

Puzobum, m3BecTHBIE KaK KIyOeHBKOOOpa3yro-
e 6akTepru 00OOBBIX pACTEHUI, MOTYT CITYKUThH B
KayeCTBE aCCOLIMAaTUBHBIX POCTOCTUMYJIUPYIOIINX
MUKPOCUMOWOHTOB JJISI MHOTUX HE 00OOBBIX KYJIb-
Typ. 151 ycnielHoM KOJTOHMU3allu KOPHEBBIX BOJIOC-
KOB IIITAMMbl pU300MI JOKHBI 00JIaiaTh BHICOKOM
KOHKYPEHTOCIIOCOOHOCTBIO, UTOOBI COTIEPHUYATh CO
MHOXECTBOM Pa3IMYHbIX MUKPOOPraHU3MOB, OOM-
TaroIIMX B pu3ocdepe, a TaKKe pSIAOM MEXaHU3MOB LTSI
YCIIELIHOTO TTOAaBICHYSI UJIY MPEOA0JIEHUS UMMYHHOM
cucteMbl pacteHuii. B ripouiecce oOGpazoBaHMs Kiiaccu-
YeCKOro CMMOMOTUYECKOTO B3aMOJIEMCTBHUS B CUCTEME
0000BO€ pacTeHUEe — PU300MU IIPOUCXOIUT O00pa3oBa-
HUE KITyOEHBKOB, (DOPMUPYIOLIMXCS B PE3YIbTaTe CKO-
OpPIMHUPOBAHHOK MHOTOCTyIIeHYaToil nuddepeHima-
LIMY KJIETOK paCTeHUI U OaKTepuii. AHAJIN3 3TUX CJIOXK-
HbIX MTPOLIECCOB BbISIBUJI TOJIOXKUTEJIbHYIO KOPPEISLIMIO
MEXIy CcoAepKaHWEeM IJIyTaThuoHa (BOCCTAHOBJIEH-
HEI1 TiyratuoH, GSH) m ackop6ara, aKTMBHOCTBIO
¢epMEHTOB, YyJacTBYIOIIUX B aCKOPOAT — IITyTaTUOHO-
BOM 1IMKJe, U 3(PEKTUBHOCTBIO (DUKCcallMM a30Ta B
KJIyO€HbKaxX, YTO TTO3BOJIMJIO TIPEAIIOI0XKNUTH BaXKHOCTD
3TUX aHTUOKCUAAHTOB IS a30T(PUKCUPYIOIIETO CUM-

Cokpamennsi: GSH — BoccTaHoBineHHbIi rnytatuoH; GSSG —
OKWCJICHHBI! TITyTaTnoH; MJIA — MaJIOHOBBII THATBICTUI.

owno3a [1]. JlanHbIe, MpUBEICHHBIC B OHOM 13 TIEPBBIX
paboT, MOCBSIICHHON M3YyYEeHUIO POJIM TJIyTaTMOHA B
peanu3aly CMMOMOTUYECKMX B3aMMOACICTBUIA, Ta-
IOT OCHOBaHME YTBEPXIAaTh, UTO TJIyTaTUOH KpaiiHe
HEOOXO0IUM caMUM OaKTEePUSIM IJIsI HOPMaJIbHOTO PO-
cTa U pa3MHOXEHUsI, KPOME TOTO, OH SIBJISIETCS] JIMMM-
TUPYIOIIUM (haKTOPOM IS TIpoliecca (pOpMUPOBAHMS
KaK acCOLIMAaTUBHBIX CMMOMO30B, TaK U CUMOMO30B,
00pa3yIoNIX HOBBIE KJIETOUYHBIC KOMITAPTMEHTHI (KITy-
o6enbku) [2]. Tak, mramMm Oakrtepuii Sinorhizobium
meliloti SmgshA, nebeKTHbI 110 TeHy gshA, KOTOpbIii
KogupyeT (epMeHT IIepBOM cTamguyd OUOCHUHTE3a
GSH, 0bL1 HE CITOCOOEH K POCTY, UTO, TAKXKE MCKITIO-
Yajio BO3MOXHOCTh KJIyOeHbKOOOpa30BaHUSI Ha I10-
BEPXHOCTH KOPHE TIOLEPHEI, a MyTaHT SmgshB, ne-
GeKTHBIN 1o (QepMEHTY BTOPOM CTaIuMM CUHTE3a
GSH, 6b11 crtocobeH K pocTy, HO 00pa30BbIBaJl AaHO-
MaJjlbHbIe KIIyO€HBKU C HU3KOI 3((HEKTUBHOCTHIO
a30TdUKcaIMY IO CPaBHEHUIO C TUKUM TUIIOM. [1pu
5TOM 00a IITaMMa TToKa3aay MOBBIIICHHBIN YPOBEHb
aKTUBHOCTU KaTajia3bl, YTO CBUAECTEIbCTBYET O pa3-
BUTUU B HUX OKUCJIUTEILHOTO CTpecca W MOATBEp-
XKIaeT yJyacTue TJyTaTUOHA B 3alllUTe a30T(PUKCUPY-
IOIIEro KOMIUIEKCA OT TOKCUYHBIX (DOPM KHCJIOPOIa,
00pa3yoIInXCs B pe3ybTaTe aKTUBHOIO METa00IN3-
Ma Ki1yoeHbKOB [2]. Panee 6b110 TTI0Ka3aHo, uto GSH
UTpaeT He TOJBKO (hyHIAMEHTAIBbHYIO POJIb B POCTE U
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pPa3MHOXEHUM OaKTepuii, HO U HEMOCPEACTBEHHO
Y4acCTBYET B pa3BUTUM MH(EKIIMOHHBIX HUTEH U pe-
TYJISILAN 9KCIIPECCUM OaKTepUaJIbHBIX CUMOMOTIYE-
CKUX TeHOoB [3, 4].

C npyroit CTOpOHBI, TNIyTaTUOH UTPAET OTPOMHYIO
pOJIb B PEryjsliiy pocTa M Pa3sBUTUSI pacTEHU Ha
MPOTSKEHUM OHTOIeHe3a, TaK KaK IIPUCYTCTBHUE
cynbdruapunbHoi rpynmsl (SH) memaer GSH mor-
HBIM BOCCTaHAaBJIMBAIOILIMM areHTOM B KjIeTKax. B To
Ke BpeMs MeXAy I'TyTaMUHOM M LIMCTEHMHOM CYIIe-
CTBYET XapaKTepHasl Y-NENTUAHAas CBs3b, KOTOpas
MoxeT 3amuiate GSH oT runponunsa nentuaasamu,
oOecrieunBasi, TaKUM 00pa3oM, 3HAUYMTEILHYIO CTa-
ounpHOCTh. [Tlomo6Has xmMuaeckas crpykrypa GSH
IO3BOJISIET €EMY BBIIIOJIHSATh MHOXKECTBO (hPU3HUOJIOT M-
yeckux (YHKIMNA B XW3HM pacTeHuil. [ayratnoH
Y4acTBYeT B pETY/SILUM KIETOYHOIO MACJICHUS U
CMEpPTH, pa3BUTUU SMOpPUOHA U MEPUCTEMBI, ITPO-
pacTaHUM NBUIBIBLI U POCTa MBUIBLIEBBIX TPYOOK, pe-
TYJMpPYeT comepKaHue ackopbara W IepoKCHuaa BO-
nopoaga. KpoMe dpuszmonsornyeckux GyHKIUR ToKa-
3aHa POJIb MNIYTAaTHOHA B peain3allii YCTOMUNBOCTU
pacTeHUii K BO3AEUCTBUIO a0MOTUYECKNX U OMOTHYe-
CKHX CTpecCOBBIX (pakTOpoB. Tak, 00paboTKa pacTeHUi
5K30T€HHBIM ITTyTaTUOHOM, UTPAIOIIM B JAHHOM CJIy-
Jae pojib MUMETHKA 3JIMCUTOPOB, IIPUBOAMIA K aK-
THUBALlMU 3allIMTHBIX TeHOB, B ToM uuciie PR1 reHos.
Kpome Toro, nHOUIIMPpOBaHWIO TATOTeHAMM PaCTeHMIA
Takke coryTcTByeT HakoruieHne GSH. Drto cBume-
TEJILCTBYET O BOBJICYEHUM TJIyTaTHOHA B PETYJISLIMIO
peIoKCc-cTaTyca KIJIETKM U CUTHAJUIMHT Pa3IMdHBIX
(bUTOTOPMOHOB B XOHI€ BO3IEHCTBUS OMOTUYECKOIO
crpecca. Hapsiny ¢ 3TUM, pacTeHUSIM TJIyTaTUOH HEO0-
XOIUM JJIsI TETOKCUKALIMM KCEHOOMOTUKOB U TsDKe-
JIBIX METAJUIOB, aCCUMIWISILIMY, TPAHCIIOPTA W XpaHe-
HUS cephl [5].

IMpucyrcTBUe pu3oOMii 1 MPOHUKHOBEHUE OaKTe-
puii B pacTUTEJIbHBIE KJIIETKM B paMKaX CMMOM03a IIpu-
BOIUT K M3MEHEHUSIM IIOJIIpU3aliiy TUIa3MaTHIECKOM
MeMOpaHbI, IIUTOCKEIeTa KOPHEBBIX BOJIOCKOB, METa-
0oMM3Ma ayKCMHOB M HAKOIUICHUWIO aKTHMBHBEIX (hOpM
Kuciopona [6]. B kieTkax pacTeHuii, BOBJICYEHHbBIX B
obOpa3oBaHUe KIIyOEHBKOB, HaOJIIOmaeTcsl HaKOILIe-
HUE IJIyTaTHOHA U €ro aHaJIoTa, XapaKTEPHOI'O TOJIb-
KO IJIsT ceMeicTBa G00OBBIX — TOMOIJIYTAaTMOHA. DTO
JIEMOHCTPUPYET KPUTUYHOCTh JAHHOTO aHTUOKCUAAH-
Ta B (POpMUPOBaHUU O0O0BO-PU300UAIBHOTO CUMOMO-
3a, KpoMme Toro, HakomieHne GSH B pacTuTebHBIX
KJIETKaxX Ha paHHUX CTaAUSIX B3aUMOJIEMCTBUSI pacTe-
HUI ¢ pU300USIMU MOXKET SIBJSITHCS MapKepoM Hava-
Jla cMMOMOTIYeCcKOoTO Tpoliecca [7].

IIpoueccrl cTaHOBICHUST CMMOM03a 1 GOPMUPO-
BaHUSI KJTyOEHBKOB Ha KOPHSIX paCTEHUII-MaKpPOCUM-
GUOHTOB SIBJISIIOTCS CIIEIU(PUIECKUMU, U BOCIIPUUM-
YUBOCTb PACTCHMIA K TeM WU UHBIM OaKTepUsIM-
MUKPOCUMOMOHTAM U YCITEIIIHOE B3aUMOJICHICTBHE C
HUMHU ONpEeAesieTCs CUHTE30M CHUTHAJIbHBIX MOJIe-
KyJI, IPOAYLIMPYEMBIX KaK OaKTepUsSIMH, TaK U pacTe-
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HUSIMM. DTU CUTHAJIbI (DAKTUYECKU SIBJISTIOTCSI Map-
KepaMu CUMOMO3a WJIM OMpPeAcsiOoT BO3MOXHOCTb
ero obpasoBaHMsl. bakrepuaabHble TOBEPXHOCTHEIC
MO CaxXapyuabl M aITe3UHBI, PACTUTEIbHBIC ICKTUHBI
U (bJIaBOHOUBI — BCE 3T BEIIECTBA SIBJISIIOTCS MOJIe-
KyJIaMU — IIOCpeTHUKAaMM1 Ha paHHUX 3Tarnax CTAaHOB-
JIEHUSI CUMOMO30B MEXIY MUKPOOPTaHM3MaMU U
pacteHusiMmu. HecomMHeHHO, JaHHbIE BellleCTBa SIB-
JISTIOTCSI IEPCIIEKTUBHBIMY MHCTPYMEHTAMMU JJIsI MO-
InUKALIMKY CYIIECTBYIOIINX 1 CO3MaHMsI HOBBIX ac-
COLIMAaTUBHBIX CUMOMOTUYECKUX cucteM. IloaTtomy
aKTyaJIbHO M3y4YeHME CIIOCOOOB MOBHILICHUS KOHKY-
PEHTOCIIOCOOHOCTH pU300MIi, B TOM YMCJIE 1 C IIOMO-
IIbI0 MOAMMUKALIMM PACTeHUI, YTOOBI ITOCIEeTHUE
MOIACP>KMBaIM Ha TIOBEPXHOCTU CBOMX KOPHEIA, JINIIb
OIpeeIeHHBIX MHMKPOCUMOMOHTOB. [ co3maHms
3(HEeKTUBHBIX HOBBIX CUMOMOTHUYECKUX CUCTEM Hal-
0oJiee MEPCIIEKTUBHLIM SIBJISIETCSI MCIOJIb30BaHUE Te-
HOB, IIPOIYKThI KOTOPHIX HEIOCPEACTBEHHO Y4aCTBY-
10T B GOpPMUPOBAHNM PACTUTECIBHO-MUKPOOHBIX B3a-
nMonelicteuii. PaHee ObLia pa3paboTaHa cucTema
arpo0akTepuanibHOM TpaHchopmanuu ToMata (Sola-
num lycopersicum L.) mpoMblliuieHHOTo copTa I'pyH-
ToBbIi ['prboBcKkuii 1180 reHOM JIeKTMHA Topoxa Io-
CEBHOIO ps/, 4TO MO3BOJIWIO MOJYIUTHh yCTONYMBBIE
KOPHEBBIE aCCOLMALIMU 3TOM BaXKHOM JISI CEJIbCKOIrO
XO3SICTBA KYJIBTYPhl C PU300MSIMM, 3alIUIIAIOIIIMU
OT puTomaToreHHbIX rpruooB [8]. Kpome Toro, TpaHc-
dopmanusg ToMmaTta reHoM pu300MaJIbHOTO arrialoTh-
HUHA rapAl Mo3BoiaWJIa TOJYYUTh 3(hEPEKTUBHBIE
CUMOMOTUYECKHE CUCTEMBI I (dUTOpeMeauanuu
M0YB, 3arpsI3HEHHBIX KaaMueM [9]. DTu pe3yabTaThl
CBUICTEJILCTBYIOT O TOM, UTO ITOJIy4Y€HHBIE TPAHCTECH-
HBI€ pacTEHUSI TOMaTa, HECMOTpPsSI HAa TO, YTO OHU HE
SIBJISIIOTCSI O0OOBBIMHM PACTCHUSIMM, YCIIEIIITHO B3au-
MOJCMUCTBYIOT C pU300USIMU Ha ITOBEPXHOCTU CBOMX
KopHeii. [Tomo6Hoe B3auMmoaeiicTBe, HECOMHEHHO,
JIOJDKHO OTpaXkaTbCsl Ha PEAOKC — CTaTyce KOpHEM
TOMAaTOB, IIOKa3aTejieM KOTOPOTIO SIBIISIETCS COMEpKa-
HUeE TJIyTaTHOHA, a TaKxKe Ha coAepXKaHuK MaJIOHOBOTO
muanpaernga (MJIA), KOHEYHOTO TIPOAyKTa TIepeKIC-
HOI'O OKUCJICHUSI JIMIUIOB MEMOpaHHBIX CTPYKTYP
KJIETKU, SIBJISIIOIIETOCSI MapKepOM YPOBHSI OKMWCIIH-
TEJIBHOTO CTpecca U IIOoTeHIMaja BbDKMBAeMOCTU
pacTUTEJILHOI'O OpraHM3Ma, B TOM YUCJIE U IPU €ro
CUMOMOTUYECKNX B3aMMOACUCTBUSIX C MUKPOOpPTa-
Husmamu [10, 11]. OgHako, HECMOTpPS Ha CYIIECTBO-
BaHUE LIEJIOTO psiia paboT, ITIOCBSIIIEHHBIX (DOPMUPO-
BaHUIO PACTUTEIIbLHO-MUKPOOHBIX CHUMOMO30B, Ha
cerogHsmHUM geHb, poau GSH u MJIA B peanun3a-
IIMM aJanTalMOHHBIX TMPOLIECCOB, MPOTEKAIOIINX
IIpX B3aMMOIEICTBUM TPAHCTE€HHBIX PACTCHUM C My-
TYATMCTUYECKON MHUKpPOQMIOpOoii B paMKax HMCKYyC-
CTBEHHBIX CUMOMOTUYECKUX CHUCTEM, MPAKTUYECKU
OCTaIOTCSI HEM3YYeHHBIMMU.

Ilesp maHHO# padoOTHI COCTOSIA B U3YYEHUM pe-
JIOKC-CTaTyca IIyTaTMOHA U OLeHKU ypoBHsS MJIA B
Ppa3HBIX UICKYCCTBEHHBIX CUMOMOTHYECKUX CUCTEMAaX
Ha KOpHSIX pacTeHMM ToMaTa, TpaHC(hOPMHUPOBaH-
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HBIX T€HOM JIEKTUHA ropoxa IMOCeBHOTO ps/ 1 TEHOM
0axkTepMaJIbHOTO arrIloTUHUHA rapA I, ipy 1eiicTBUM
b6axktepuu Rhizobium leguminosarum VSy3.

MATEPUAJIBI U METO/ bl

OO0beKTbl U MaTepuaibl MccienoBanus. B kauecTse
MaKpOCHMMOMOHTOB ObLTH UCTIOJTE30BaHBI PACTEHUST TO-
mara copta I'pynToBsiii ' pnboBckuii 1180, Tpancdop-
MUpoBaHHbIe TeHamu psl u rapAl |8, 9]. dns paboTsl
Obl1a BEIOpaHA JIMHUS TPAHCTEHHBIX PACTCHUIA, TTOKa-
3aBIIIasi BO BTOPOM TOKOJIEHUM YCTOMUMBYIO SKCITpeC-
CUIO TE€HOB ps/ U rapAl n MPUCYTCTBHE COOTBETCTBYIO-
X OEJIKOB Ha MOBEPXHOCTH KOpPHEM, MOKa3aHHOE C
TTOMOIITBI0 UMMYHOMIIYOPECIICHTHOTO aHaIM3a.

B xauecTBe MUKpOCMMOMOHTA B paboTe OBIT MC-
MoJb30BaH 1ITaMM R. leguminosarum VSy3, Bbiae-
JIEHHBII M3 KITyOeHbKOB TUKOPACTYIIET0 6000BOTO
pactenus KOxHoro Ypana ropomika jgecHoro (Vicia
sylvatica L.), obiaagaioniuii poCTOCTUMYIUPYIOLICH
aKTUBHOCTHIO [ 12]. J1y1st BU3yanu3auuyu CUMOUOTHYEe-
CKMX B3anMMOIEHCTBIIT pM300MM ObLIM MapKUPOBAHBI
¢ayopecueHTHbIM OenkoM TurboGFP [13]. Bekrop-
HbIC KOHCTPYKIIUM B OaKTEpPUH MEPESHOCUIA METOIOM
aJIeKTpoIiopanyy. B KauecTBe ceIeKTMBHOTO aHTUOMO-
THKa UCIIOJIb30BaJICS TeHTaMULIMH (50 MT/MIT).

HccrenoBanne XapakTepa KOJOHU3ANUN OAKTEpPHUs-
MU KOpHeil pacTenuii. I 3KCNIEpUMEHTOB CeMEHa
IMOBEPXHOCTHO CTEPWUJIM30BaJIM B TedeHHE 1| MUH B
70% cnupre u 3ateM 20 MuHYT B 1% pacTBOpe ruro-
XJIOpUTA HATPUs ¢ 10OABJIEHUEM HECKOJIBKUX Kareb
Tween—20. Ilociie MATUKPATHOW HPOMBIBKM CTeE-
PWIBHOII BOIOII ceMeHa KyJIbTUBUPOBAJIU Ha Cpele
MS [14] B TeueHue 3 Hemesb pu TeMmieparype 25°C
1 16-4aCOBOM CBETOBOM [IHE B KJIMMATUYECKON Ka-
mepe KBW 400 (“Binder”, I'epmanust).

151 MTHOKY/ISILIMY pACTCHUI OaKTepMU Hapally-
Bayu ripu 28°C Ha mieiikepe (150 06/MUH) B TeueHUE
2 cyt B cpene TY (Macc. % B BogHOM pacTBope: Ga-
kto-TpuntoH 0.3%, nmpoxckeBoit 3KcTpakT 0.2%,
CaCl, 0.1%) no xonuenrpauuu 108 KOE/miu. Cyc-

neH3uio 6akrepuii pazdasnsau 10 103 KOE/Ma cre-
PWIbHOI XMaKo# cpenoit TY, MHOKYJIMPOBAIU B HEM
KOPHHU B T€YE€HHE 2 MUH U MEPEHOCUTU MPOPOCTKU
Ha cpeny MS misl COKyJIbTUBALIMM B T€YEHUE 2 CYT.
ITocne 3Toro oT Kaxxaoro pacteHus: o6pasiu 1o 3 ¢par-
MEHTa KOPHS JJIMHOW | CM, OTMBIBAJIM UX TPWKIbI
CTEepPWJIbHOM BOAOI 1O 5 MUH Ha MUKpOIIEHKepe U
roMoreHusupoBanu B 50 mxn cpeasl LB (Macc. % B
BOJHOM pacTBope: GakTOTpUITOH 1%, mMposKKeBOM
akcrpakt 0.5%, NaCl 0.5%).

IMonyyenHsrii oobeM pazdasnsin B 1000 pa3 u
50 MKJI 3TOi1 CyCITeH3UM pacceBajld Ha arapyu30BaHHYIO
TY cpeny ¢ rearamuiimHoM (50 MI/MIT) ¥ BBIpaIBaIA
B TepMocTare npu 28°C B TeueHue 2 cyt. KonmuecTBo
aAre3upoOBaHHBIX OAKTEPUIi OMPEAessIv MO YUCITY BbI-
POCIIVX KOJIOHUI ¥ BBIpAXXaan B KOJIOHMEOOPa3yIOLINX
enquHuiiax KOE/T cyxoii 6GmoMacchl KOpHE.

Taxcke Ha 3TOM 3Tane pabOTHl y YaCTU PacTeHUM
OTHECNISLIM KOPHU, B3BEIIMBAIM, 3aMOpPa>KMBaIU M
KCITOJIb30BaJIN IJIsl JaJIbHEHIIIEeTO OMpeIeIeHUS CO-
nepxxaangd GSH, GSSG u MJIA. OtnenpHBIE par-
MEHTbl KOpHEW MCIIOJb30BaMM OJII BU3YyallbHOMN
OLICHKM KOJIOHM3alMKU OaKTepUSIMU MOBEPXHOCTU
KOPHEBBIX BOJIOCKOB PAaCTEHMII C MCIIOJIb30BaHUEM
dyopeclieHTHOTO MHMKpocKora Axio Imager M1
(“Carl Zeiss”, I'epmaHus).

YacTtb pacTeHUiT, THOKYJIMPOBAHHBIX OAKTEPUSIMMU,
OCTaBJISUTM Ha COKYJIbTUBAIIMIO B TeUeHUE HeIe I Ha
cpene MS 1 mo mpoliecTBUM 3TOro BpeMeHu (oTo-
rpadupoOBaIN M OITPEICIISLIA CYXYIO G1IOMaccy KOpHEii.

Merton onpenenenusi comepxanus riayraTuoHa. Co-
nepxaHue BoccraHoBlieHHOI (GSH) u okuciaeHHOMI
(GSSG) ¢opMm rayraTuoHa U3 OJHOIM PacTUTEIbHOM
HaBECKM OMpeAesIsii C TIOMOIIbIO CIEKTPOdhIyopo-
METPHUUYECKOTO METOJa, OCHOBAHHOIO Ha MOJYyYEeHUU
dbyopecuupyioliero npoaykra o—dTajeBoro ajibie-
ruga (“Sigma”, ABcTpanusi) B 3aBUCUMOCTUA oT pH
cpenpl. HaBecky KopHeit okoo 0.5 T ToMoreHM3mnpoBa-
J1 B 4 MJ1 cMecH, coctosiei u3 0.1 M kamuit pocdat-
Horo Oydepa (pH 8.0) 1 25% pactBopa mMeTadochop-
HOI1 KMCJIOTHI B cOOTHOIIeH!H 3.75 : 1 (1o o0beMy) Kak
pekomMeHaoBaHoO B padbote Hissin 1 Hilf [15]. TomoreHar
eHTpudyruposaiu B teueHue 10 muH rpu 8000 g, 3a-
T€M HaJl0CaI0OUYHYIO XUJIKOCTb TOBTOPHO LIEHTPpUDY-
rupoBasii 5 muH 1ipu 13000 g. KoamuyecTBeHHYIO
oneHky GSH u GSSG B mojiydeHHOM CynepHaTaHTe
MPOBOJUJIU C UCIOJIb30BAHUEM PEATEHTOB, AETAJBHO
OMUCAaHHBIX B paboTe MacjieHHMKOBOI ¢ coaBTOpa-
mu [16]. st ouenku cogepxkanust GSH u GSSG peru-
CTPUPOBAIM KUHETUKY UHTEHCUBHOCTU (DITyOpeclieH-
LIMM 00pa30BaBIIMXCSI KOMIUIEKCOB TIPY TeMIIepaType
25°C ¢ ucnons3oBanueM Ipubopa Enspire Model
2300 Multilabel Microplate Reader (“PerkinElmer”,
CIA) npu 420 HM (OIMHA BOJHBI BO30YXAEHUS
350 uMm). ConepxxaHue OeaKa OoIpeaesIsiiivi 110 METOLY
Bbpendopna [17]. Conepxanne GSH u GSSG BrIpa-
>XKaJlu B MKMOJIb/MT OeJiKa.

Onpenenenne 3un0reHHoro yposusa MJIA. Conep-
KaHue MJIA onpenesisuii ¢ MOMOIIIbIO 1IBETHOIM peak-
LIMK ¢ THOOAPOUTYPOBOI1 KKCIoTo# [16]. JLj1st aTOr0o Ha-
BeCKY pactutesibHoro marepuaina (0.5 r) roMoreHu-
3upoBayi B 5 M1 10% TpHXI0pYKCYCHOI KMCIIOTHI C
MOCJAeAYIOIIUM LIEeHTPpU(PYTrupoBaHUEM FrOMOTreHaTa B
tedeHue 15 muH npu 13000 g. K cynmepHaTaHTy mo-
GaBJISLIN paBHLI 00beM pacTBopa 0.5% TnoGapouTy-
poBoit kKuciotel B 20% TpUXIOPYKCYCHOM KUCIOTE.
IMTonyyeHHYI0 cMeCh MHKYOMPOBaJIM Ha BOJSIHOU Oa-
He B TeueHune 30 muH npu 100°C, oxitaxkgaiu 1 1IeH-
tpudyrupoBain 15 muH npu 13000 g. OnTudeckyio
IUIOTHOCTb HAJ0CAJIOYHOM XUAKOCTU OMNpenessin
npu 532 HM (MakCUMyM cBeTonoriomeHust MJIA) n
600 HM (U1 TTOTTPABKU Ha HeCITeM(pUIeCKoe CBETOIO-
[JIOIIIEHWE) C UCHOJIb30BaHUEM Tipubopa Specrtopho-
tometer Smart Spec Plus (“BioRad”, CIIIA). KoniieH-
Tpaunio MJIA paccumThIBaIn, UCITONIB3YSI KO(MPUIIN-
®UBNOJIOTUS PACTEHUN Ne 5

TOM 68 2021



OHEHKA I'TYTATMOHOBOI'O CTATYCA B KOPHAX 527

250 -

200 [

i

W

S
T

KOE/r x 103
S
S

(4]
o
T

C

Nvsrei

1

iy

3

Puc. 1. AHaiu3 KOJIOHU3ALIMU KOPHEW pacTeHUi 1Tam-
MoM R. leguminosarum VSy3 (KOE/r cyxoit 6uomMacchl
KOpHei); 1 — KOHTpoJbHOE pacTeHHe; 2 — pacTeHHe,
TpaHcopMUpoBaHHOEe ps/; 3 — pacTeHue, TpaHCHOPMHU-
poBaHHOE rapAl.

€HT MOJISIDHOI SKCTUHKUMU mpu 155 M~! em~!, u
BBIpaXkaJii B MMOJIb/T CBIPOI MacChl KOPHEI.

CraTtucTHyecKas o0padoTKa pe3yabTaToB. DKCIIe-
PMMEHTHI TIPOBOIWIIM B 4-KpaTHO OMOJIOrMYeCKOM
TIOBTOPHOCTH M KaXKIBII HE3aBHCMO BOCITPOM3BOIM-

»

>

KOHTPOJIb

RapA 1%

M He MeHee 3 pa3. Ha pucyHKax nmpuBeneHbl CpeIHIe
BEJIMUMHBI U WX CTaHIAapTHbIe oMOKU. locToBep-
HOCTb pazianumii ipu P < 0.05 onpeaensiyiv ¢ UCTIOJb-
30BaHMEM THUCIIEPCHOHHOTO aHAJIN3a.

PE3VJIBTATDBI

IMTocne MHOKYASIUMU KOHTPOJbHBIX U TPAHCTEH-
HbIX pacTeHMii 1mTamMmoM R. leguminosarum VSy3
(GFP) B TeueHue 2 cyT ObUIO OOHApy>Ke€HO, UTO B
pusocdepe ToMaTa YMCIEHHOCTh OaKTepuii B mepe-
cyeTe Ha CyXylo OMomaccy KOpHEM COCTaBJIsSeT
193.5 + 38.7 KOE/r x 10° nis pacTeHuii, TpaHCTEH-
HBIX 110 Teny psl, n 69.1 + 13.82 KOE/r % 10° qus pac-
TeHUI, TpaHC(HOPMHUPOBAHHBIX TeHOM rapAl. Ha
KOPHSIX KOHTPOJIbHBIX PAaCTEHU JaHHasl BeJIUYMHA
cocTapisia 21.6 + 4.32 KOE/r x 10° (puc. 1).

Ha xopHsix TomatoB, TpaHC(HOPMUPOBAHHBIX TEHOM
0aKTEepUAIbHOTO arrIlOTUHUHA rapAIl, MUKPOCKOITH-
poBaHMe TIOKa3ajo oOpa3oBaHME MHMKPOKOJOHUIM
(puc. 2a). Ha TpaHCreHHBIX 110 TeHY ps/ paCTeHUSIX I10-
cJie 00paboTKM OaKTepUsIMU OBUIO OOHAPYKEHO MHO-
JKECTBO CKPYYEHHBIX KOPHEBBIX BOJIOCKOB (puc. 20), a

Puc. 2. MuKpockonupoBaHue KOpHeil, KOTOHU3UPOBAHHBIX IITAMMOM R. leguminosarum VSy3: BU3yaJibHOE CpaBHEHWE KOJIM -
yecTBa OaKTepUit, “3asKOPUBILIMXCSL” HA KOPHSX KOHTPOJbHBIX M TPAHCTEHHBIX pacTeHuit (MacTad 1 MMm) (a); 3aKkpyurMBaHue
KOPHEBBIX BOJIOCKOB Ha pacTeHUsIX, TpaHChopMupoBaHHBIX ps/ (MaciTab 0.01 mM) (6); nHDEKIIMOHHBIE HUTH BHYTPY KOPHE-
BBIX BOJIOCKOB Ha PacTeHUsX, TpaHchopMupoBaHHbIX ps/ (MaciiTad 0.01 Mm) (B).

®U3NOJOTUI PACTEHUM  Ttom 68 Ne 5 2021
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Puc. 3. Brussaue mramma R. leguminosarum VSy3 Ha pocT
KOHTPOJIBHBIX M TPAHCTEHHBIX PACTEHUI IO MPOIIIECTBUU
1 Hemenu mocyie MHOKYJISILIMM: TToKa3aTeand CyXoul Ouo-
macchl KopHeit (100% niast KOHTPOJIBHBIX pacTeHUi, He
00pabOTaHHBIX OaKTEPUSIMU) (2); KOHTPOJIbHBIE U TPAHC-
reHHble pacteHus (MaciTad 1 cm) (0); 1 — KOHTpoJIbHOE
pacTteHue; 2 — KOHTPOJBbHOE pacTeHHe, oOpaboTaHHOE
R. leguminosarum VSy3; 3 — pacteHue, TpaHC(HOPMUPO-
BaHHoOe psl; 4 — pacTeHue, TpaHCcHopMUpoBaHHOE psl, 00-
pabotanHoe R. leguminosarum VSy3; 5 — pacteHue, TpaHC-
dopmupoBaHHoe rapAl; 6 — pacreHue, TpaHC(HOPMHUPO-
BaHHOe rapAl, obpadoTtaHHoe R. Leguminosarum VSy3.

TaK>Ke BBISIBJIEHBI CTPYKTYPbI, IIOA0OHBIE MH(MEKIIMOH-
HBIM HUTSIM, 3aMIOJIHEHHbIE OaKTepusiMU (puc. 2B).

CoBMecTHOE KyJbTMBUPOBaHUE C PU3OOUSIMU B
TedeHUe | Hedead KOHTPOJIbHBIX HE TPaHCTeHHBIX
pacTeHM IIPUBOIMIIO K YBEINUYSHHUIO CYyX0ii Omomac-
CBI KOopHe Ha 15%. JlaHHBII ToKa3aTelb IS TpaHC-
TEeHHBIX 110 TeHy ps/ pacTteHunii coctaBisut 50%, a mis
pacTteHuit, TpaHC(OPMUPOBAHHBIX TeHOM rapAl B
cpenHeM 35% (puc. 3a). DTO HAXOOMIIO OTPaXKEHHE 1
BO BHEIITHEM BHUIE IPOPOCTKOB (puc. 30).

Anamu3 GSH u GSSG B KOpHSIX KOHTPOJIBHBIX U
TpaHCTEeHHBIX PACTEHUU B IPUCYTCTBUM PU300MIA ITO-
Ka3zaJl noBbilieHue coaepxanust GSH B KopHsIX pac-
TEeHUI TUKOTO TUIIAa B 3 pa3a, B KOPHSIX PacTCHMUIA,
TpaHC(OPMUPOBAHHBIX TeHOM rapAl — B 4.7 pa3, a B
pacTeHUusIX, TPAHCTEHHEBIX 110 TeHYy ps/ — boJjiee 4eM B
5 pa3 (puc. 4a). Heo6xognMo OTMETUTH, UTO B 000X
BapuaHTaxX MCCJEOyeMbIX B IaHHOM paboTe TpaHC-
TeHHBIX paCTeHMI OaKTepUM He OKa3bIBaJIU BIIUSHUS
Ha comepxaHue GSSG u ero moxkasaresib OCTaBaJICS
Ha ypOBHE KOHTPOJBHBIX M HEOOpaOOTAaHHBIX PH-
300MsIMU pacTeHuit (puc. 40). JlaHHbIE IIpeACTaBIICH-
HBIE Ha pUC. 5. IEeMOHCTPUPYIOT HEM3MEHHBII ypo-
BeHb MJIA BO Bcex BaprMaHTaX ONBITA.
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Puc. 4. Conepxanune GSH (a) u GSSG (0) B kopHsIx pac-
TEHW B MPUCYTCTBUM OakTepuii. OMMHAKOBBIMU JIATUH-
CKMMHU OyKBamMu 0003HAYEHbI BEJIMYMHBI, PA3INYUsT MEXK-
Iy KOTOpBIMHU He mocToBepHBI pu P < 0.05; 1 — KOHTPOJIb-
HOE pacTeHue; 2 — KOHTPOJIbHOE pacTeHue, 00padboTaHHOE
R. leguminosarum VSy3; 3 — pacteHue, TpaHC(HOPMUPO-
BaHHOe psl; 4 — pacteHue, TpaHcopMupoBaHHOE psl, 00-
pabotaHHoe R. leguminosarum VSy3; 5 — pacteHue, TpaHC-
dopmupoBanHoe rapAl; 6 — pacrenue, TpaHCHOPMUPO-
BaHHOe rapA I, obpabotanHoe R. leguminosarum VSy3.

OBCYXIEHHNE

O0paboTKa CeTbCKOXO3SIMCTBEHHBIX KYJIBETYP MUK-
poopraHru3MaMu, CIOCOOCTBYIOIIIMMU POCTY PACTEHUI,
B HacCTosIIIlee BpeMsI pacCMaTpMBaeTCsI KaK SKOJIOTHUY-
Has ajJbTepHATHBA XMMWYECKUM ymoOpeHusiM. PaHee
OBIJTO TIOKAa3aHO, YTO ITaMMBbI Rhizobium MOTYT KOJIO-
HU3UPOBATh KOPHU paCcTeHMI ToMarta M nepla, Cro-
COOCTBYSI MX POCTY Ha pa3HbIX CTagusIX Pa3BUTUS
pacTeHuii, MoBhIIAsI YPOKAMHOCTh U KAYE€CTBO pac-
canpl U TU10a0B [ 18].

CnocoOHOCTh pacTeHU K yaep>KaHWIO Ha MO-
BEPXHOCTU CBOMX KOPHEI MONE3HBIX OaKTepwii, B
YaCTHOCTHU, PU300Uii, UMeeT MPUHLIMIHUAILHO BaX-
HOe 3HaueHUe ISl OLIEHKM MEePCIEeKTUBHOCTU 00pa-
30BaHUS U PAa3BUTUSI CUMOMOTUYECKOTO KOMILIEKCA.
CpaBHUTENILHBIN aHaJIN3 KOJWYEeCTBa OaKTepuit Ha
MOBEPXHOCTU KOPHEI KOHTPOJBHBIX U TPaHC(HOPMU-
POBaHHBIX PAaCTeHMIA MOKA3aJl, YTO TPAaHC(HOPMHUPO-
BaHHBIE TeHOM rapAIl pacTeHMs, IMoKa3aiu OoJjiee
HU3KHME pe3yabTaThl MO aare3uu OakTepuii, yem B
cilydae ux TpaHchOpMaLlMUM T€HOM pacTUTEILHOTO
arrmoTUHUHA (JIEKTUHA) ps/, TPOIYKT KOTOPOIO CIIO-
co0OeH y3HaBaTh U N30MpaTEIbHO CBI3bIBATh MOJIMCA-
XapUIbl HA KJIETOYHBIX CTEHKAX CTPOTrO OMpeaeeH-
HBIX IITAMMOB pu3oouii. I[Tpn aToM TpaHchopmanms
®UBNOJIOTUS PACTEHUN Ne 5
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Puc. 5. Conepxanue MJIA B KOpHSIX pacTeHUIi TOMATa.
OnMHAKOBBIMU JJATUHCKUMU OyKBaMU 0003HAYEHbI Be-
JIMMUHBI, Pa3JIMYUsI MEXIY KOTOPBIMU HE TOCTOBEPHBI
npu P<0.05; 1 — KOHTpOJIbHOE pacTeHHE; 2 — KOHTPOJIb-
Hoe pacTeHue, obpaboranHoe R. leguminosarum VSy3;
3 — pacteHue, TpaHchopMUpoBaHHOE ps/; 4 — pacTeHuUe,
TpaHcdopmupoBaHHoe psl, obpabotanHoe R. legumino-
sarum VSy3; 5 — pacteHue, TpaHcOpMUPOBaHHOE rapAl;
6 — pacreHue, TpaHchopMHUpoBaHHOE rapAl, o6paboTaH-
Hoe R. leguminosarum VSy3.

pacTeHUil TeHOM OaKTepuajJbHOrO arrIIOTMHUHA
rapA1l, IpOOyKT KOTOPOIO HEIIOCPEICTBEHHO Y4acT-
BYET B OMOIUIECHKOOOpa30BaHUU PU300MI, CIIOCOO-
cTBOBaJI 3(hheKTUMBHOMY 00pa30BaHNUIO MUKPOKOJIO-
HMII Ha KOPHSIX PaCTeHWI1, YTO MOXKET B IIEPCIIEKTHBE
MOBBIIIATh KOHKYPEHTOCIIOCOOHOCTh KITyOSHBEKOBBIX
bakrtepuii B pusochepe (puc. 2a). Dt (hakTbl TTOJTHO-
CTBIO COIJIACYIOTCS C JAaHHBIMU, IIOJIyYeHHBIMU paHee, 1
MOATBEPXKAAIOT B3aMOICUCTBUE PU300MIA C IEKTUHOM
PSL u arrmotuHuHoM RapAl Ha MOBepXHOCTU TpaHC-
TeHHbIX KOpHeii [8, 9]. KpoMe Toro, Ha TpaHCTEHHBIX MO
TeHy ps/ pacTeHUSIX ITocjie 00padbOTKM GaKTepPUSIMU ObLIO
O0OHApy:KeHO MHOXECTBO CKPYYEHHBIX KOPHEBBLIX BO-
JIOCKOB, XapaKTePHBIX WIS HAa9aJIbHBIX 3TalloB 0000BO-
pu3o0raaIbHOrO cuMobmosa (puc. 20). Takke Habona-
JINCh CTPYKTYPBbI, TOAOOHBIE UH(MEKIIMOHHBIM HUTSIM,
3amnoJIHEHHBIE OAKTEPUSIMM, KOTOPBIE OTCYTCTBOBAIN
Ha KOPHSX pacTeHU, TpaHC(OPMUPOBAHHBIX TEHOM
rapAl (puc. 2B).

Panee momoOHbIe HecnelnupUueckue CUMONUOTU-
YeCcKMe B3aMMOACHCTBUS ObUIM OOHApYXEHBI HAa KOp-
HSIX O0JIENMXU, TPaHC(OPMUPOBAHHBIX TeHOM psl. BbI-
JIO MCCJIEIOBAHO BJIMSIHUE 3KCIIPECCUM T'eHa JIEKTMHA
Ha CUMOMOTHUYECKHE PeaKIIUU OOJICIIUXY C PU300OUSIMU
R. leguminosarum (CUMOMOHT ropoxa) M aKTUHOMMUIIE-
Tamu pona Frankia (cuMOuoHT objyienixu). Ha mipo-
pOCTKaX, TpaHCTe€HHbIE KOPHU KOTOPBIX OBLIN 00pa-
OoTaHBI JAHHBIMU MUKPOCUMOMOHTAMHA COBMECTHO,
KpOMe OOBIYHBIX aKTUHOPU3HBIX KIIYOEHBKOB ObLIU
OOHapy:KeHbl KITyOeHBbKOMOAOOHbIE CTPYKTYPHI, Hexa-
pakTepHBIe 11 obnenxu. RAPD-anamm3 6akrepmii,
BBIACJIEHHBIX U3 3TUX CTPYKTYP, BBISIBUI TPUCYTCTBUE
cpenu HUX pu3oouii R. leguminosarum v OTCyTCTBUE aK-
TUHOMUILIETOB pojaa Frankia [19]. CkpyuuBaHUSI KOP-
HEBBIX BOJIOCKOB, KaK paHHSSI CUMOUOTHYECKasl pe-
aK1usl, Takke ObLIM OOHAPYKEHBI HA KOMIIO3UTHBIX
pacTeHMsIX ToMaTa, parica 1 Tabaka, KOpHH, KOTOPBIX
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OBUIM TpaHC(OPMHUPOBAHBI T€HOM ps/ M B majbHEIi-
1reM oopabdoTtaHbl R. leguminosarum. IlogoOHbBIE He-
crieunuYecKre peakluy He HaOMIOTalIuCh I10Cie
00pabOTKM paCcTeHMI IITAMMOM KO3JISITHUKA R. gale-
gae, KOTOpbIit He y3HaeT JekTuH PSL Ha moBepxHo-
ctu KopHeii [20]. Tem He MeHee, BO3MOXHO, CBSI3bI-
BaHME UCKITIOUNTEIBHO “CBOMX MUKPOCUMOMOHTOB”
SIBJISIETCSI CITIOCOOHOCTBIO, XapaKTepHOI He IJIST BCeX
JIEKTUHOB 0000BBIX pacTeHuii [21].

OluieHka cyxoii Oromacchl KOpHeil, sSIBJISTIOIIECS,
mokKazaTeeM pocTa 1 (PM3MOJIOTUYECKOTO COCTOSIHUS
pacTeHU# TIoKa3aja, 4YTO WCIIONb3yeMbIii B padoTe
IITAMM PHU300MIA OKa3bIBaeT POCTOCTUMYJIUPYIOIICE
JIEMICTBHE HAa KOHTPOJbHBIE HETPAaHCTEHHbBIC PAaCTEHUS
Tomara. [IpucyrcTBre 6aKkTepHii Ha MOBEPXHOCTU KOP-
HEli TpaHCTeHHBIX PACTEHUI IIPUBOAWIO K 3HAYUTE/Ib-
HOMY HaKOIUIEHMIO CyXOii OMOMacChl KOpPHEN y TpaHC-
T€HHBIX 110 TeHy ps/ pacTeHUI 1 3HAYUTEIbHO MEHbIIIe-
MY y pacTeHMii, TpaHC(POPMUPOBAHHBIX TeHOM rapAl
(puc. 3a), 9YTO WLIIOCTPUPYETCS BHEIIHMM BUIOM
WHTAKTHBIX pacTeHui (puc. 30).

Panee On110 moka3aHo, 4To Pseudomonas sp. 102
00J1agaeT POCTOCTUMYJIUPYIOIIEH aKTUBHOCTHIO IO
OTHOIIEHUIO K pacTeHUsIM TOMaTa, B TOM 4YuCJie B
yca0BUX ToKcudeckoro aeiicteus Cd?*. Tlpu atoM
Haubosee 3PGPEKTUBHO 3TO MPOSBIISIJIOCH B ClIydae
TPaHCTeHHBIX 10 TeHy rapAl pacTeHuii, 4To ObLIO
CBsI3aHO ¢ OoJiee a(pheKTUBHOM KoloHU3alMeit 6ak-
TepussMMu TIOBEPXHOCTU KopHeil. HecmoTps Ha To,
yto RapAl oOGHapyXeH JIMIIb Y HECKOJbKUX BUIOB
pU300Uii, 3TOT OEJIOK HE SBJSIETCSI CTPOTO CIIeLU-
(UUHBIM 1 MOXET cOocOOCTBOBATH arTIIOTUHALIMM Ha
pPACTEHMSIX IPYruX OaKTepUil, OTJIMYHBIX OT pU300UIi, B
YaCTHOCTU HEKOTOPBIX INTaMMOB Pseudomonas [22].

IMomyyeHHBIE pe3yabTaThl ITOKa3ajM, YTO pacTe-
HMSI, TPAaHCTEHHBIE, 110 TeHY ps/, B KIETKN KOTOPHIX
OakTepUU IIPOHUKAIOT BHYTPb, IIPOSIBJISIOT OOJIBIIYIO
BOCIIPMMMYMBOCTbD K IIPUCYTCTBUIO pr3oouii. OOHa-
PY>XEHHBII 00Jiee BEICOKUIA ypOBEHb aare3uu (B 9 pas
BBILIE, YEM Y JUKOTO TUIA B 3TUX K€ YCIOBUSIX) U Cy-
X0l BeC KOpHEI 3TUX TOMAaTOB, TOBOPUT O TOM, 4TO
9T paCTeHUS CKOOPAMHUPOBAHO ITOJIOXKUTEIBHO pea-
TMpYIOT Ha IPUCYTCTBUE OAKTEpUii, 3aITycKasl KacKas,
Pa3IMYHBIX peaklnii, BIMSIONIMX Ha MeTaboIM3M
pacTeHU, BKJII0OYasi CUHTE3 ITyTaTUOHA, KOTOPBI SIB-
JIsieTcsl mokasarteJieM (PU3U0JI0TrMYeCKOTO COCTOSTHUS
pacTuTelIbHOM KieTKu. PacteHust, TpaHchopMupo-
BaHHBIE T€HOM rapAl, moka3zanud He TaKylo SIPKYylO
BOCHPUUMYMBOCTb, ¥ YPOBEHb HUCCJIEIYEMBIX ITOKa-
3aTesieil y HMX OKa3aJicsl HUKe OTHOCHUTEIBHO pacTe-
HUIi, TpaHchopMupoBaHHBIX psl. IlomyyeHHBIE pe-
3yJILTaThl ITO3BOJISIIOT YTBEPXKAATh, YTO PACTUTEIHLHO-
MUKpPOOHBIE accOoLMallii, OOpa3oBaHHbIC de novo B
JTAaHHOM paboTe, IPEICTABISIOT CO00I HaTOpTraHN3MEH-
HBbIE CUCTEMBI, 00JIalalolIe YHUKAILHBIMUA CBOMCTBA-
MU 1 TpeOyoIle JaTbHENIIIero N3y4eH s,

B HeckoabKMX MCCIIETOBAHUSIX COO6H_I3J'IOCB, 4qTO
TJIyTaTUOH Yy4YaCTBYCT B MHIOYKIIMM 3allIUTHBLIX T'€HOB
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pacteHuii, a ygenmueHune Koandecrsa GSH u/mmu cBsi-
3aHHBbIX ¢ GSH (hepMeHTOB KOppEeJIUpPYeT C yCTOMYM-
BOCTBbIO K Pa3IMYHBIM OMOTUYECKHUM CTpeccaM,
BKJTIOUAsT aTakl BUPYCOB, OakTepuii 1 rprnooB. Kpome
TOrO, B pa3JIMYHbIX paboTax IOKa3aHO, YTO CHIDKEHUE
ypoBHsI GSH MoXeT OBITh IIPUYMHOI pa3BUTUSI CUMIT-
TOMOB, BBI3BAaHHBIX (PUTOIIATOI€HOM Y BOCIIPHMHAMYM-
BBIX pacTeHuit [23]. PaHee n3ydanu peakiiiio aHTUOK-
CUIAHTHBIX CUCTEM JIByX COPTOB TOMAaTOB Ha MH(PU-
POBaHUE TICEBAOMOHANAMU. ¥ MHOKYJIMPOBAHHOIO
BOCIIPMMMYMBOTO K O0JIE3HM COpTa OBLJIO OOHAPYKEHO
cylllecTBeHHOe CHuXeHMe coaepxxanuss GSH u Ha-
koruieane GSSG. HammpoTnB, TIpn B3anMoOIeCTBUHA
C YCTOWYMBBIM COpTOM ToMaTa KoamdectBo GSH
MPakTUUYECKU He CHUXKaioch [1]. DTu pe3yibTaThbl
YKa3bIBalOT HA TO, YTO IIOMIEepXKaHME ToMeocTasa
JIyTaTHOHA, MO—BUAMMOMY, BHOCUT BKJIad B HEIO-
CTYITHOCTh TKAaHEW pacTeHUil Wisi OGakTephaibHOMN
aTaky, a CoaepKaHME IJIyTaTMOHA CUMTAETCS IIeH-
HbIM MHIWKATOPOM OMOTHMYECKOIO CTpecca B pacTe-
HUSIX KaK BO BpeMsl aTaK IaTOT€HOB, TaK 1 IIPU B3au-
MOIEHCTBUY C POCTOCTUMYJIUPYIOIIMMU OaKTEPUSIMMI.

B Haieit pabote mpociexuBagach YeTKask 3aKo-
HOMepHOCTb, yeM Oosibiie GSH cuHTe3upoBaioch
pacTeHUSIMU B paMKaxX HCCJEeAyeMbIX CUMOMOTHUYE-
CKUX B3auMoeicTBuit (puc. 4a), Tem 6osibliie 6aKTe-
puii anre3aupoBaJioCh Ha TOBEPXHOCTU KOpHEH u
MPOHUKAJIO BHYTPb (UTO OTIOCPEIOBAHO MPUCYTCTBU-
eM reHoB ps/ u I-rapAl) (puc. 1, 2).

M3BecTHO, YTO TIIyTATUOH HEOOXOMUM IS IEJICHUST
KJIETOK allMKaJIbHOM MEPUCTEMBI KOPHSI, a €r0 KOJInJe-
CTBO PETYJIMPYET nepexol KieTok u3 G, B S-daszy kie-
touHoro uykia. Ilepememenne GSH B simpo B dhazy G 1
CUJIBLHO BIVSIET HA OKUCIUTEIbHO-BOCCTAHOBUTEIb-
HOE COCTOSTHUE LIMTOILIa3MBbl 1 3KCITPECCUIO PEAOKC-
YyBCTBUTENLHLIX reHOB. [locienyioliee yBeTnyeHme
TOTAJILHOTO KieTogHoro Imysla GSH BwIlle ypoBHS,
HabOmonaemoro B G1, HeoOXOOMMO IJIsT TTPOABUKE-
HUS KJIETKH K S-daze nukia [24]. Mcxons us aToro,
MOXKHO CKa3aTh, 4To HaKoTuieHHBII GSH B mcciemy-
eMbIX pPAcTeHUSIX BHOCHUT BKJIAl B MHIYyLHpYyeMoOe
GaKTepUSIMHU POCTOCTUMYJIMpPYIOIee NeiiCTBUE, UTO
HAXOIUT OTPaKeHHUE B TTOKA3aTEISIX CyXOi GMOMACCHI
nx KopHeit (puc. 3a). IIpu 3ToM 4eTKO IpocexXuBa-
eTCs MpsIMast 3aBUCUMOCTD, YeM BBIIIE COAEpKaHUe
GSH (puc. 4a), Tem 60bI1Ie Macca KOpHEil pacTeHUIA
ToMata (puc. 3a), 4YTO TakKe IMOJOXKUTEIBHO KOppe-
JINPYET C TTOKa3aTe/IsSIMU 10 aare3uu 6akrepuii (puc. 1).

XOTs TacjieHOBbIE PACTEHMS HE BCTYNalOT B a30T-
duKcupylommii cMMOM03 C PU300USIMU, YBETUUECHUE
conepxxanust GSH B Halleii padbote B cyyae MHOKYJISI-
LMY pU300MSIMU TPAHCTEHHBIX 110 TeHaMm psl u rapAl
pacTeHuit, BO3MOXHO, OOBSICHSIETCSI HATMYUEM Y TO-
MaTa peLenTOPOB, MPaKTUYECKU UIEHTUYHBIX KUHA-
3aM 000OBBIX pacTeHuii, comepxkammM LysM MoTm-
BbI BO BHEKJIECTOYHBIX JOMEHAaX. DTU PELIETITOPHI CBSI-
3piBaioT Nod pakTophl pu300uii, BEIpadaTEIBAEMbIC B
OTBET Ha CUHTE3 (hJIABOHOUIOB PACTEHUSIMU, U aKTH -

BUPYIOT CUMOMOTHYECKIE OTBETHI Ye€Pe3 CUTHAILHEIE
IyTU, CXOXH1E ¢ 0Opa3oBaHUEM TaKOI'o BUIAa CUMOM-
03a Kak apOycKyjspHass MUKopu3a, (popMupyemast
TOMAaTaMM C TIIOMYCOBBIMU Tprbamm [25]. Kpome Toro,
paHee ObIIa TOKa3aHa CyOCTpaTHasl CHELM(PUIHOCTh
XUTUHA3 TOMaTa 110 oTHoleHMIo K Nod akTopam pu-
30011, YTO OOBITHO SIBJISIETCST XapaKTEPHBIM TSI 6000-
BBIX pacreHuit [26]. JaHHBIA (paKT ITO3BOJISIET CAENATD
BBIBO/I, YTO CITELIM(UIHOCTH CUMOMO03a, YACTUYHO, MO~
XKeT OBITh OOYCJIOBJI€HA aKTUBHOCTBIO PACTUTEIbHBIX
xuTtuHas [27].

Taxke 66110 TOKa3aHo, 4yTo y puzoouit GSH yyact-
ByeT B ajanTallMM K pa3jUYHbIM CTpeccaM, KakK Ha
HayaJbHbIX 3Tanax CUMOMOTUYECKMX B3auMojeii-
CTBUI1, TaK 1 pu TUPPEPEeHIIMPOBKE B OAKTEPOUIHI.
CBsI3aHO 3TO C TeM, UTO KIIyOeHbKOBbIE OaKTepUU CTaI-
KHBAIOTCSI C aKTUBHBIMU (hOopMaMM KHCIIOpoJa U aK-
TUBHbIMU (DOpMaMU a30Ta, TTPOIYLIUPYEMBIMU XO35U-
HOM Ha BceX 3Talax CMMOUOTHYECKOTO Tipoliecca [28].
GSH wurpaet BaxkHyI0 poJib B KOHKYPEHTOCIIOCOOHO-
CTU U CUMOMOTHUUYECKON 3(P(PEKTUBHOCTU PU300UIA.
MyTaHTHBIN MO IIyTaTUOHCUHTeTase (gshB) mTaMmm
R. leguminosarum bv. viciae 3841 He TONBKO cJIab0 KO-
JIOHU3UPOBaJ puszocdepy pacTeHuit, HO TakKKe TpU-
BOAWI K CHIXeHUI0 Ha 50% cyxoit 6uoMacchl pacTe-
HUI BciencTBue CHUXKeHUs 3(h(hEeKTUBHOCTA a30T-
dukcamuu [29]. [ToaTOMYy, HECOMHEHHO, U3MEHEHUS
B MeTabonusme GSH HemnocpeacTBEHHO BJIMSIOT Ha
CUMOMOTHUYECKNE B3aUMOICCTBUS OaKTepuii U pac-
TEHUI.

HeoOxoagnMo OTMETUTB, YTO B 0OOMX BapMaHTax
HCClIeAyeMbIX B JaHHON paboTe TpaHCTEHHBIX pacTe-
HUIi 6aKTepUU HE OKA3bIBAIM BIIUSTHUS HA COIEPXKaHUE
GSSG, 3T0 rOBOPUT O TOM, YTO IIPUCYTCTBUE OAKTEPHit
Ha TIOBEPXHOCTU 3THUX TOMATOB HE BOCIIPUHUMAETCS
pacTeHUsIMU KaK noBpeskaatoiee (puc. 40). Kpome to-
ro, ellle OMHUM J0KAa3aTeJIbCTBOM, YKA3bIBAIOIIUM Ha
OTCYTCTBUE HETaTUBHOTO NeficTBUSI pU300Mii Ha 1ie-
JIOCTHOCTb MEMOpPaHHBIX CTPYKTYp KJIETOK KOpHEIi,
SIBJISIIOTCSL  pe3yJbTaThl cojepkaHuss B HuUX MJA
(puc. 5). BTo ele pa3 MoATBepXKAaeT QaKT MOJOXKMU-
TEJIbHOTO BIIUSIHUS GaKTepuii Ha (PU3MOJIOTHYECKOE
COCTOSTHME M3y4aeMbIX paCTeHUI TOMATOB.

SAKIIIOYEHHME

IMonyyeHHBIE pe3yabTaThl J€MOHCTPUPYIOT IIep-
CHEKTUBHOCTh M3YyUYEeHMsI OKHCIUTEIbHO-BOCCTAHO-
BUTEJILHOIO COCTOSIHUS IJTyTaTUOHA U YpoBHS MJIA B
pacTeHUSIX WIS OLeHKN 3(P(HEeKTUBHOCTH NCKYCCTBEH-
HBIX CUMOMOTHYECKUX cucTeM. Oco0oro BHUMaHUS 3a-
cayxxuBaeT (akT OoJsiee SIPKOIO OTBETa PACTEHUIA,
TpaHchOPMUPOBAHHBIX TEHOM ps/, B CDABHEHUH C pac-
TEHUSIMU, SKCIIPECCUPYIOIIUMU rapAl, Ha IpUCYT-
cTBHE B puzocdepe pu3oouii, y3HAIOIINUX IIPOIYKThI
9TUX reHoB. PaHee posb IiiyraTuoHa BO B3aUMOIEi-
CTBMSIX MEXIY PacTEHUSIMM U MUKpOOaMU IpeuMy-
IIECTBEHHO U3yJYanach B paMKax 6000BO-pHU3001aIb-
HOTO ¥ MUKOPU3HOTO CUMOMO30B, OCTaBIISISI O€3 BHU-
®UBNOJIOTUS PACTEHUN Ne 5
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OLEHKA TJIYTATMOHOBOI'O CTATYCA B KOPHAX

MaHUSI UCKYCCTBEHHbIE CUMOMOTHUYECKHUE CUCTEMBI.
COBOKYITHOCTb TOJIy4EHHBIX JAHHBIX PACIIMPSIOT Ha-
LM TIO3HAHUS O POJIY TJIyTaTMOHA B peaau3alii BO3-
MOHOTO CUMOMOTMYECKOTO B3aMMOIEUCTBUS MEXIY
TPAHCTEHHBIMU PACTEHUSIMA U MUKPOCHMOUOHTAMU.
IpennoxeHHbIT MHCTpyMEHTAapUii Takke, Ha Halll
B3IJISIIL, MOXKET OKa3aTbCsl 3(hheKTUBHBIM 151 aHATU -
32 UCKYCCTBEHHBIX CUMOMOTHYECKHUX CHUCTEM IIpU
TOKCUUYECKOM BO3JENCTBUU TSKEJIbIX METAJJIOB WU
BJIMSIHUS (DUTONIATOTEHOB.

ABTODBI 3asIBJISIIOT 00 OTCYTCTBUY KOH(MJIMKTA UH-
TepecoB. HacTosiiiast cratbsi He COAEPXKUT, KaKMX —
JIn6O UcclieToBaHU C ydacTUEM JIIOAEH U SKMBOTHBIX
B KauecTBe OOBbEKTOB MCCIIEAOBaAHMIA.

Pabota Obla BhIMOJIHEHA C MPUBJICYEHUEM TTPU-
o6opHoro mnapka PLHKIT “Arugens” YOUIL PAH u
YHY “Komunk” YOUII PAH B pamkax roczagaHus
(tema NeAAAA-A21-121011990120-7) ripu pruHaHCO-
BOI Togaep:kke rpaHTa Poccuiickoro doHma ¢pyHaa-
MEHTAJBbHBIX UcciienoBanuii 18-34-20004.
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Ha pactenusix romara (Solanum lycopersicum L.), KOTOPBIiA SIBJISIETCSI ONHOM U3 HAMOOJIee YyBCTBUTEIbHBIX
K KpyriiocyrouHoMy ocBelieHuno (KO) KyabTyp, n3ydaay BO3pacTHYIO U3MEHYMBOCTh B YyBCTBUTEIIbLHOCTH
mmctbeB K KO. YcraHoBeHo, 4To IMCThS, KOTOphle noasepraiuck KO, HaunHas ¢ nar-¢asbl, yepe3 2 Heneau
HMMeJIU BEIpaskeHHBIE TTPU3HAKH XJI0po3a (comepykaHue XJiopodrnia CHU3WIOCh Ha 30%) 1 XxapaKTepu30BaJINCh
Hu3KuMu 3HadeHusMu F,/F,,, @, YMEHBIIIEHNEM CKOPOCTH (DOTOCHHTE3a W YBEJIMIEHUEM OTHOCUTEIILHOTO
BBIXOJIa DJIEKTPOJINTOB. B OTJIMYME OT 3TOTO JIMCTh, MPOIIIEAIINe paHHee pa3BUTHE (J1ar-casy) B HOpMaJTbHBIX
CcBeTOBBIX ycnoBusx (16 u poronepuon) u nmoaseprapinecs KO yxe B jor-dase, okazajliuch MeHee 4yB-
ctBuTesbHBI K KO. ConepskaHue XJiopodunia, CKOpocTh (hOTOCUHTE3a M OTHOCUTEIBHBIN BBIXOI 3JIEKTPO-
mutoB (OBD) y HUX OBLIM HA YPOBHE JIMCTHEB, BEIPOCIIUX ITPH 16 4 poTomepuroae, HO MPU 3TOM Y HUX OT-
MEUeHO yBeJMYeHNEe aKTUBHOCTH aHTMOKCUAAHTHBIX (DEPMEHTOB — KaTajla3bl, aCKOpOaT-IepoKCHIa3bl U
rBasKoJI-Tiepokcraasel. Ha ocHOBaHWM MOJTy4YeHHBIX TaHHBIX CAEJIaH BBIBOJM, YTO BO3pacTHasl M3MEHYM-
BOCTh YYBCTBUTEILHOCTH JTUCTheB K KO cBsA3aHa ¢ pa3HO CTeNeHbI0 aKTUBHOCTU KOMITOHEHTOB aHTHUOK-
CHIAHTHOM crcTeMbl. [Ipu 3TOM 60Jiee B3pOCibie paCTeHHMS B IIEJIOM MeHee YyBCTBUTENbHBI K KO, yem 60-
Jiee MOJIONbIe.

Kiouessie caoBa: Solanum lycopersicum, GoTonepuo, KpyrjiocyToOYHOE OCBEIEHKE, XJI0PO3, POCT JIUCTA,

MMUTMEHTBI, aHTUOKCUIAHTHBIE (PEPMEHTEI
DOI: 10.31857/S0015330321040151

BBEAEHWE

B nocnenHue roasl BO3poc UHTEPEC K MCIIOIb30-
BaHUIO KpyriocyTouHoro ocBelleHust (KO) B ycio-
BUSIX 3allMILIEHHOTO IPyHTa U, OCOOEHHO, B 3aKPbl-
TBIX ccTeMax Ha pabpukax pacteHuii (PFAL — plant
factories with artificial light), mony4ynBIIMX MMpoKoe
npuMeHeHue B 1ieqoM psae crpaH (CIIA, AnoHwus,
Kwuraii, Kopest u np.) [1]. Buomacca pacrenust pu
MPOYMX ONTUMAJIBHBIX YCJIOBUSIX BbIpalllUBaHUSI B
3HAUYUTEJIbHOU CTeNEeHU OTIPEAESIETCS OOLIMM KO-
YeCTBOM IOIIOIIEHHOTO CBETa, KOTOPOE 3aBUCUT OT
WHTEHCUBHOCTU OCBellleHUs1 u ¢oronepuona. Ilo-
atoMy KO MoxXeT yBeanmInBaTh 6MOMACCy pacTeHUS
M ypOKaii, €CJIM OHO HE BbI3bIBAET MOBPEXACHU JIN -
ctheB [2, 3]. OmHako, y MHOTUX BUAOB pacTeHUI B

Cokpamennsi: AOC — anTMoKkcunaHTHas cuctema, AITO — ac-
Kopbatnepokcuaasda, KAT — karanaza, KO — kpyriocyrouyHoe
ocselieHne, OBD — OTHOCUTENBHBIN BBIXOJ 2JEKTPOJIUTOB,
1O — rBasikon-nepokcunaza, DB — adhdeKTUBHOCTL HUC-
TOJTb30BaHUSI BOJIBI.

YCIOBUSX IIUTEIbHBIX (POTOMEPUONOB Pa3BUBACTCS
MEXCKMIIKOBBII XJIOPO3 WIM HeKpo3. B wactHOCTH,
CUMIITOMBI CBE€TOBOTO MOBPEXIECHUS JIMCTHEB IPU
KO oTMedeHBI y Takux KyJabTyp Kak ToMar, 0akiaa-
JKaH, CIaJKUii Tiepell, Orypell U HeKOTOPbIX APYTUX
[2—4]. [IpyeM He TOJNBLKO OTHEIIbHBIE BUIBI, HO U
copTa, HarmpuMep, JMCTOBOTO cajiaTa, MOTYT 3aMETHO
pa3nuyaThcs 1o cBoeii yyBcTBUTEIbHOCTU K KO. Tem
He MeHee, IpUMEeHEHHE IINHHBIX (DOTONepruoa0B, B
ToM yuciae KO, ¢ OTHOCUTENIbHO HU3KOI IIOTHO-
CTBIO MOTOKa (DOTOHOB 9KOHOMMYECKHU BHITOTHO, TaK
KaK CHIDKAeT HavyaJlbHbIE W OIlePallMOHHBIE 3aTPaThI
[5, 6]. IlepepacrnipenesieHre UCIONL30BAHUS DJIEK-
TPO3HEPTUH IS OCBEIIEHMS C THEBHOTO BpEeMEHM Ha
Meproabl HAaMMEHBIIIel HAarpy3Kd B HOUHOE BpeM:I
MO3BOJISIET CHU3UTh CTOMMOCTB ITOTPpeOJIsIeMOii 31eK-
TPO3HEPTUU, TaK KaK BO MHOI'MX peruoHax Mupa
HOYHOM Tapu Ha 3JIEKTPOIHEPTUIO HIKE THEBHOTO
(BtoTh 10 50%) [7]. K ToMy ke Ternio, BeIaeasieMoe
CBETWJIbHMKAaMU, ITOMOraeT obecneynBaTh IOTPEO-
HOCTH pacTeHMI B Terie B HouHoe BpeMms [8]. Uc-
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MOJIb30BaHNE JUHAMUYECKOTO KOHTPOJIISI TEMIIEPaTy-
pBI O3BOJIIET HA CETONHSIITHUMN IeHb MPUMEHEHIE
KO n1s Takux 9yBCTBUTEIBHBIX KYJIBTYP KaK OTypell,
TOMAT U CJIAAKUI TTepell B TSIUIMLAX C JONMOIHUTEb-
HBIM OocBellieHueM |7, 9—11] u ripu 3ToM IIpomgoKa-
eTcd ToucK Oonee 3(PPEKTUBHBIX CITOCOOOB BEHIpa-
muBaHus [12].

Hecmorps Ha nmpumenenune KO Ha mpakTuke,
BOIPOC O ME€XaHM3MaxX YyBCTBUTEJIbHOCTU M adar-
Tallud pacTeHUI K HENPEepPhIBHOMY OCBEIIEHUIO
ocTaeTcsa OTKpHITHIM. IIpeaoxXxeHHBIE Ha CEro-
IHSIITHUMN I€Hb TUNIOTE3bl, 00BSICHSIIOIINE PEAKIIUIO
pactenuit Ha KO u nipenmosaraoniye Te Wiu MHbIS
MEXaHU3Mbl YCTOMYMBOCTHU, ITOKA HE HAXOASIT COOT-
BETCTBYIOLIEN HSKCHEPUMEHTAJIbHON TMOAJCPKKMU.
Cpenu HUX paccMaTpUBAIOTCS TaKue, KaK TUIepak-
KyMYJISILUSI Kpaxmasna, IMOCTOsIHHOEe (hOTOOKUCIM-
TeJIbHOE BO3/IECHCTBUE, CUTHAJIbHOE BO3JEiiCTBUE Ha
¢doTopenenTopbl, HECOOTBETCTBUE MEXKIY YACTOTOM
BHYTPEHHUX (LIUPKAIHBIX) OMOPUTMOB 1 BHEUTHUM
LIMKJIOM CBeT/TeMHOTa (LIMpKagHasi aCUHXPOHUS)
[3, 13—15]. Bricka3zaHO Tak:Ke IIpEAroJIOKEHHE, YTO
doronoBpexneHue auctbeB npu KO sBisieTcs pe-
3yJIbTaTOM HecOajiaHCcupoBaHHOTO Bo30ykaeHuss DC 1
u OCII [16].

AHanu3 JauTepaTypbl MOKa3bIBaeT, 4TO IPU pac-
CMOTPEHUU U COMOCTaBJICHUM TaHHBIX, MOTYyYEeHHBIX
pa3HbIMU aBTOpaMU B paboTax MO M3YYCHUIO peaKiuu
pacteHuii Ha KO, He ydyuThIBaeTCsI BO3pacT JIMCTA U
BO3pACT PACTeHUI, BHIOPAHHBIX B KAYECTBE OOBEKTOB
ucciaenoBaHuii. Bpemst Hauana BosaeiictBust KO Mo-
JKET COBIaaTh ¢ pa3HbIMU (Pa3zaMu pocTa JUCThEB U
pa3HbIMU 3TallaMU OHTOreHe3a pacTeHusi. Bompochl
BiusiHus KO Ha oHTOTreHe3 pacTeHUil He U3yJyaauch
n1y6oko, XoTst KO HIMpoKOo MCHOoJIb30BaJIU B CeJIEKIIN-
OHHO-TeHETUYECKUX UCCIIeIOBAaHUSIX, BbI3bIBASI YCKO-
pE€HUE pPa3BUTUSI HEKOTOPBIX BUIOB pacTeHuil [17].
BospacTHas e MU3MEeHUUBOCTb B UyBCTBUTEJIbHOCTU
JIMCThEB U PACTEHU K TTOCTOSTHHOMY JIeiCTBUIO CBE-
Ta MO CyTU HEe U3ydyaJiach U He 00CyXKaanach Co Bpe-
MEHU YIIOMUHAHUSI O BO3MOXHOCTH TaKOBOI B paboTe
W.S. Hillman [18]. OTcyTcTBHE TOHMMaHUSI OHTOTe-
HETMYeCKMX OCOOEHHOCTEN B peakiluu JINCTA U pacTe-
Hus B tesioM Ha KO 3aTpyaHsieT BbISIBIEHUE MEXaHU3-
MOB YCTOMYMBOCTH 1 aganTauuu pacreHuii K KO. Oto
Ke SIBJISIETCS OTHOM U3 TMTPUYMH MUMEIOIIMNXCS B JIUTE-
paType MPOTUBOPEUYUBBIX CYXKIEHUN OTHOCUTENb-
HO YCIIELIHOTO WJIM HEYCNEeIIHOTO KyJIbTUBUPOBa-
HUS paCTEHUI B YCIOBUSIX INIMTEIbHBIX (pOTOTIEPUO-
JIOB, a TakXe MPOIIeCCOB, YYaCTBYIOIIUX B peaklnu
pactenmit Ha KO.

YuureiBast Bce BbIlIECKa3aHHOE, HAMU ObLJIa MO-
CTaBJieHa 3aJaya U3y4UTh y YyBCTBUTEIbHOTO K KO
pacTeHUs TOMaTa BJIUSIHUE Ha YYBCTBUTEJIbHOCTD JIU -
cteB ToMaTa K KO a) ¢as3bl pocTa aucta B MOMEHT
Haugaja nevictBusg KO, 0) mopsimiKoBoro Homepa Jin-
CTa 1 B) BO3pacTa pacTeHMsI.

MATEPUAJIBI U METOJbI

OOBEKTOM HCCIEA0BAHUS CIIYKUJIU PACTEHUS TO-
mata (Solanum lycopersicum L., tubpun Bepanoka
witoc F1). CemeHa npopalliuBajii B TeU€HUE 2 CyT B
yamkax Ilerpu Ha uabTpoBadbHOIl Oymare, cMo-
YEHHOU OAUCTUJUIMPOBAHHOM BOIOM, B TEMHOTE IIpU
temrteparype 28°C. IIpoxioHyBIlIMEeCsS ceMeHa BbIca-
JKUBAJIM B TJIACTUKOBBIE KOHTEHEPHI 7 X 7 CM C Tiec-
KOM, ¥ BBIpAIIMBAJIM pACTeHUS B KaMepax UCKYCCTBEH-
Horo kiaumata (“Votch”, I'epmanust) mpu ¢poTorepuo-
ne 16 4, AP 250 mxmoin/(M? ¢), Temneparype 23°C,
BJIaXKHOCTH Bo3ayxa 70% mpu MoJIMBe MTOJIHBIM ITUTA-
TeJBHBIM pacTBOpoM (B Mr/i: 226 N, 55 P, 370 K,
180 Ca, 40 Mg, 45 S, 17 Na, 52 Cl, 2.5 Fe, 0.6 Mn,
0.35B;0.3Zn, 0.15 Cuu 0.05 Mo; pH = 6.2—6.4).

Pacrenusa B Bo3pacre 14, 18 mimum 30 cyT ot mmocanku
nepectaBisuin B kKamepol ¢ KO (dotonepuonom 24 4)
(puc. 16). KoHTpoabHBIE pacTeHUS IPOIOIKAIN PacTU
B ycJioBUsX 16 4 doTonepuona.

s onpeneneHus (a3 pocra JIUCTHEB B MOMEHT
TepeKJItoueHust cBeToBoro pexuma Ha KO ucnonb-
30BaJTA KPUBBIE POCTA JINCTHEB TOMATa B YCIIOBUSIX 16 4
doronepuona. CxeMaTUueCK KpUBasi pocTa Ipefi-
craBjieHa Ha puc. 1a. B MOMEHT nepekITroueHusI Ha yCJI0-
Busi KO y pacreHuit B Bo3pacte 14 cyt (puc. 16-A) nu-
CTh$1 C MOPSIAKOBBIMU HOMEpaMHU | 1 2 HaXoaWIUCh B
Jor-gase pocrta (ajuHa 0oJjiee 3 cM), a JIUCThsI, HAUU-
Hasl ¢ TpeTbero, ObLIY B jIar-dase pocta (Jiar-1 — njaiHa
MeHee 1 cM, jar 2 — pmHa MeHee 2.5 — 3 cM) (puc. 1).
YV pacteHuii B Bo3pacrte 18 cyT B nar-cgase pocra (Iu-
Ha MeHee 3 CM) HaXOIWJIWCh JIUCTbsI, HAUMHAas C TIsI-
toro (puc. 16-B). ¥ pacrenmnii B Bo3pacte 30 cyT 1ep-
BbIe 7—8 JIMCThEB OBLIM B Ior-ase pocTa (ajuHa 00-
Jee 3 cMm) (16-B). B kauecTBe KOHTPOJS B KaxKaoM
cllydyae WCIIOJIb30BaJM JIMCThSI COOTBETCTBYIOIIETO
MOPSIIKOBOIO HOMEpa, 4TOObl M30eKaTh pa3inyuii,
CBSI3aHHBIX C Pa3HbIM BO3PAcTOM JIUCTA.

Bennuuny LMA (ot leaf mass per area) pacCuMThbIBa-
JIU KaK OTHOIIIEHWE CYXON MacChl BbICEYEK JIMCTOBOM
TUIACTUHKU K UX TUIo1aau. VI3 Kaxioro iMcra CBeEpjioM
C AuaMeTpoM 8 MM BbIpe3anu 1o 8 Beiceuek. Cyxyto
Maccy BbICEUYEK JIUCTbEB OIPENesIN TOoCjie BbICY-
LIMBaHUS 10 NOCTOSTHHOTO Beca mpu 105°C.

Oob1ee comepskaHne XJI0pOopHIIIOB a 1 b oripene-
JSUIM ¢ moMolblo cnekrpodoromerpa CD-2000
(“Crmrektp”, Poccust), sketparupys ux 96% STHIOBBIM
CIUPTOM U PACCUYUTHIBAS ITO0 U3BECTHBIM (hOopMyJiaM
[19]. 151 KOHTpOJISI 32 TMHAMUMKOI COIepKaHUS XJ10-
podmiIa TpOBOAWIN 3KCIIPECC-aHAIM3 C TOMOIIIBLIO
n3Meputenas ypoBHS xmopodmmaa SPAD 502 Plus
(“Konica Minolta”, Osaka, Anonust). Bo3aMoXXHOCTb
WCIOJIBb30BaHUS U3MEPUTENsT YPOBHSI XJopoduiia
SPAD 502 Plus misg OBICTpOTO M HEIECTPYKTUBHOTO
OIpeie/ICHUSI COIEPKaHUS XJI0pOoUIa B JIUCTHIX C
MEXCKMIKOBBIM XJIOPO30M IT0Ka3aHa HaMmu paHee [20].

HM3mepenust mapameTpoB (IIyopecleHIIMA XJI0pO-
¢uUIa NPOBOAMIN C UCTIOIB30BaHEM (hITyOpPUMETPA C
VMITYJIbCHO-MOIYJIMPOBaHHbIM ocBemeHuem (MINI-
DOU3BNOJIOTUA PACTEHUN Ne 5
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PAM, “Walz”, I'epmanust). Onpenesisuii OTeHILINATb-
HbII KBAHTOBBII BBIXOJ, (POTOXMMMYECKOM aKTUBHOCTHU
DOCII (F,/F,) nocne 20-MUHYTHOI TEMHOBOIi anamnTa-
1IMU JIUCThEB Y peabHbI KBAHTOBbIN BbIXO (hOTOXU-
mudeckoit aktuBHocTU DC 11 (@) (17151 KOHTPOIBHBIX
pacteHuit mocyie 30-MUHYTHOI CBETOBOM aganTaluu

JIMCTBEB), KOTOPBIN PACCUUTHIBATIN Kak @O = AF/F,, =

= (F, — D/F,) [21].

Bunumbelii porocuHTes (A4,) 1 TpaHCIMPALIUIO JIU-
ctheB (Tr) usMepsiyin ¢ MOMOIIBIO TTIOPTAaTUBHOI (ho-
TocuHTeTH4YecKoi cucrempl HCM-1000 (“Walz”,
I'epmanus) nipu Temmiepatype Jicra 23°C u npu AP
300 1 1000 Mxmoan/(M? c). Bee namepeHns razoo6-
MeHa HauyMHaJIu He paHee yeM depe3 2 4 1MocJie Havasia
CBETOBOTO IepHOAa B BapruaHTe KOHTPOJIS. DPdek-
TUBHOCTb HMCITOJb30BaHUs Bonbl (DMB) Obiia pac-
cuMTaHa Kak oTHouieHue A, K Tr.

I[MpoHuaeMocTh MeMOpaH OLIEHMBAJIM IO OTHO-
CUTEIIbHOMY BbIXony anekTposuToB (OBD) u3 TKa-
Heit nucta. st atoro mo 10 BeiceyeK M3 JIMCThEB
IuaMeTpoM 4 MM HpPOMBIBaJIM JUCTUJIIMPOBAHHOM
BOIOM IUISI yHoaJleHUsI KJIETOYHOIO COKa CO Cpe30B,
oOcymuBaay GUIBTPOBAIbLHOI OymMaroii u 3ajmMBaiu
10 M1 IUCTUIUIMPOBAHHOM BOJIBL. DJIEKTPOIIPOBOIHOCTh
pactBopa (E1) onpenenstii mocne 2 9 3KCHO3UIINHI IIPO-
OMpOK C BhICEYKAMM Ha IeiiKepe IIpU TeMIliepaType
23°C ¢ nomolblo KoHaykToMmeTpa DkcrepTt-002 ¢
JaTIYNKOM IsI MUKpooObemMoB YIII-II-C (“Dko-
Hukc-9kcnept”, Poccus). 3atreM npoOUpKU C pac-
TUTEJILHBIM MaTepuajioM HIOBOOWIM IO KUIICHMUS,
OCTYXaJI1 10 KOMHATHOM TEMIIEpaTyPhl U OIIPEaCIISIIA
MMOJIHBIN BBIXOJ 21eKTpoanToB (E2) mo anekTporpo-
BOMTHOCTH pacTBOpa I10CJIe pa3pylleHUsI MeMOpaH K1~
mgyeHneM. OBD paccuumThiBaain B IIPOLEHTAX OT
noJjiHoro no dopmyisie: OBD =100 x E1/E2.

HMurencuBHocth I1OJI oneHuMBanu mo copepzka-
Ho MJIA, KoTopoe onpeaesuii 1o METOIUKE, OCHO-
BaHHOI1 Ha 0Opa30BaHUN TPUMETHUHOBOI'O KOMILIEKCA
C MaKCUMyMOM IIOIJIOIIeHUs 532 HM IIpU B3alMO-
IEeMCTBUM TaHHBIX COCTMHEHNI ¢ THOOApOUTYPOBOIA
kucyiotoii (TBK). JIuctesa (0.1 r) pactupanu B 2 M
20% TXY. T'omoreHaT UeHTpUGDYTUPOBAIU IIPU
15000 g B reuenue 10 MuH; 1 MJI HAIOCATOUYHOM XUI-
koctu cMmemmBaiu ¢ 1 M 20% TXY, conepkaBiieit
0.5% TBK. Cmech HarpeBaiu B TedeHue 30 MUH IIpu
95°C u 3arem nenTpudyrupoanmm 5 MmuH nipu 10000 g.
Konuentpauuio MJA onpenensiin crieKTpodoTo-
METPUYCCKU, U3MEPSIS ONITUUECKYIO INIOTHOCTD TP
532 HM u HecnenudUUHOE IIOIVIOLICHUE MpPH
600 umMm. it pacuera cogepxanust MJIA MCITOIB30-
BaJin KO3(MGUIIMEHT MOJISIPHOI SKCTUHKIIUU PaB-
Hblii 155 MM~ cm~!. KonueHnrpauuio MJIA BbIpa-
KaJIn B MKMOJIb/T CyXOil MacChI JINCThEB.

B nucThsiX TakKe aHAIU3UMPOBAIM AKTUBHOCTH
aHTUOKCUIAHTHBIX (epMeHTOB: Kartanasbl (KAT,
K® 1.11.1.6), ackopbarnepokcuaassl (AI1O, K® 1.m
11.1.11) u rBasikon-niepokcuaasel (ITO, K® 1.11.1.7).
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Puc. 1. a) Kpusas pocra ymicra Solanum lycopersicum. ®a-
3bl pocTa jucta: I — nar-dasa, 11 — ¢aza gorapudmude-
ckoro pocta (Jior-aza), 11 — daza 3amemnneHuss ckopoctu
pocra, IV — crauuvoHapHas. CTpejikamMu yKa3zaH MOMEHT
nepexoaa Ha KpyriiocyrouHoe ocBelieHue (KO). 6) Cxema
TMOCTAaHOBKU OIbITa. PacTeHus moaBeprajinch JAeUCTBUIO
KO B Bo3pacte 14 cyt (A), 18 cyT (b) 1 30 cyt (B) oT mocan-
K. AHaIM3UpOBaIM 3, 5 1 7 TUCThs (ITOJIHASI IITPUXOBKA),
KOTOpbIE HAaXOIUJIMCh Ha pa3HbIX (hazax pocTa B MOMEHT
nepexona Ha KO: 3A-nar2 — 3 ucT B cepenvHe jlar-¢asbl;
S5A-narl — 5 nuct B Havase Jar-assl; 3b-10r2 — 3 1UCT B
cepenuHe Jior-dasbel; Sb-mar2 — 5 nmmcr B cepenuHe Jiar-
(azpr; SB-s10r2 — 5 niuct B cepenuue jor-gassl; 7B-orl —
7 TUCT B Havajie Jior-¢asbl.

C oTOl 1ebIo JTUCThSI TOMOTeHU3upoBain B 50 MM
docharnom o6ydepe (pH 7.8). 'omoreHar ueHTpuU-
¢dyruposanu npu 15000 g B reueHune 10 muH nipu 4°C;
B CyIiepHaTaHTe ONPeNeIsUId aKTUBHOCTY (hepMEHTOB.
AxtuBHOCTh KAT onpeneisuiu 1o (pepMeHTaTUBHOMY
paznoxenuto H,O, nipu 240 uM. AktuBHocTh AITO
OITPEIEIISUTHA CITEKTPOMOTOMETPUIECKH B TIPUCYTCTBUH
0.5 MM ackopbuHosoii kucnorsl u 0.5 MM H,0, no
CHIDKEHUIO OITMYECKO# TuToTHOCTH Tipu 290 HM.
AHnanu3 aktTuBHOCTU 1O OCHOBBIBAJICSI HA OKHUCIE-
HUU TBasgkosna B npucyrcteuu H,O,. PeakiimonHas
cpena conepxana 2.5 Myt 50 MM kanuii-gochaTHoro
oydepa (pH 6.1), 1 M1 1% nepekucu Bomopoaa, 1 M
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Puc. 2. a) MexCcKIIKOBBIH XJIOPO3 IUCTheB Solanum lycopersicum, BbI3BaHHbBI KPYTJIOCYyTOYHBIM OCBelIeHUEM. 0) JINCTbsI KOH-
TposibHBIX pacteHuii (K), BeIpameHHBIX B ycIoBUsIX 16 4 ¢poToneprona, U pacTeHU, TOMELICHHBIX B YCIOBUST KPYIIIOCYTOU -
HOro ocBelieHusI, B Bo3pacte 14 cyt (A) wim 18 cyt (B) (cm. puc. 1). [IyHKTUPHBIM KOHTYPOM BBIIEJICHBI JIMCThSI, IIOIBEPraB-
IIecst KPYTJIOCYTOYHOMY OCBEIIICHHIO, HAUMHAsI ¢ JIar-($asbl, CIIONTHBIM — € JIOT-(hasbl.

1% tBasikoma 1 10 MKJI (hepMEHTaTUBHOTO TIpeIrapa-
Ta. U3Mepsiim oNTUYEeCKYIO TUIOTHOCTD TIpu 470 HM.
AKTUBHOCTb (DePMEHTOB pacCUMTHIBAIN Ha 1 T cyxoii
MAacCHI JINCTHEB, a YIEIbHYI0O aKTUBHOCTb — Ha 1 MT
oOenka. OOmiee comepxkaHue Oelka ONpencsii Me-
TonoM bpendopa, Ucroib3ysl B Ka4ecTBe CTaHAapTa
OBIUMI1 CBIBOPOTOYHBIN aJIbOYMUH.

BuzyasibHy10 OLIEHKY COCTOSTHUSI JTUCThEB (TIPOSIB-
JIEHUS XJIOpo3a WU HeKpo3a) (puc. 2a) U HEAECTPYK-
TUBHBIE U3MepeHNsI (ComepKaHue XJIopoduia By.e.
SPAD, F,/F, n @) NpoBoAWIN Kaxiabsle 3—4 mHS.
OctajbHble U3MEPEeHUs] ObUIU BBIMOJHEHbI Yepe3
3 Hemenu oT Havasa neiictBust KO Ha pacTeHus.

Kazknplit onbIT TOBTOPSIIM ABa pa3a. Ha pucyHkax
MIpeACTaBlICHBI CpeaHue 3HaYeHusI (1 > 6) U UX CTaH-
JTapTHBIE OIMOKN. JIOCTOBEpPHOCTD Pa3IUINii MEXIY

CpeIHUMHM 3HAYEHUSMH YCTaHABIWBAaJIach C ITOMO-
IO TUCIIEPCUOHHOIO aHaIn3a ¢ UCITOJIb30BaHUEM
MmporpaMMHoOro obecriedeHus Statistica (v. 8.0.550.0,
“StatSoft, Inc.”). PazHuiry Mmexny cpemIHUMHA 3HaYe-
HUSIMU cuuTanu 3Haunumoit ipu P < 0.05.

PE3YJIbTATHI
Bausinue a3zl pocma aucma

Y pacreHuii, MepBOHAYAIbHO HAXOMSIIUXCS B
ycioBusix 16 4 hoTomnepurona, a 3aTeM MOMEIIeHHBIX
B ycioBus 24 4 oTrorepuona, yxe 4epe3 HelesIro 3a-
(hukcupoBaHO CHIDKEHUE comepxKaHus xiopodusuia B
JIMCTBSIX, a TAaKXKe CHWDKEHUE MToTeHUHnanbHoro (F,/F,)
U peasibHOro (¢;;) KBAaHTOBOTO BbIxoAa (hOTOXUMUYE-
ckoit aktuBHOCTU ©CII 110 CpaBHEHUIO C KOHTPOJIb-
Ne 5 2021
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Puc. 3. Conepxanue ximopoduiuia (y.e. SPAD) B TMCThsIX
KOHTPOJIBHBIX pacTeHui (a), BbIPAILIEHHBIX B YCIOBUSIX
16 u (hoTonepuona 1 pacTeHUI, TOMEIIEHHBIX B YCIOBUS
KPYIJIOCYTOYHOTO OCBEILIeHMsI, B Bo3pacTe 14 cyT (0) wiun
18 cyt (B).

HBIMU pacTeHusiMu (puc. 3, 4). OgHako, 3TU U3MEHEe-
HUSI HAOIOOAIMCh He Yy BCEX JIUCTheB. Tak, y pacTeHMiA,
nonBepxkeHHbIX neiictBuio KO B Bo3pacte 14 mHeit
(puc. 16-A), yKazaHHBIE BHIIIE IIPU3HAKH, a TTO3XE U
XJIopo3 (puc. 2A), IPOSIBUIIUCH Y JTUCTHEB C MOPSIIKO-
BbIM HOMepOoM 3 U BhIlIe (puc. 26-A, 3), KOTOpbie B
MOMEHT HauaJja aeiictBuss KO Haxonuiuch B nar-ga-
3¢ pocTa. Y pacTeHUi, moaBeprmmxcs aecteuio KO
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Bpewmst ot Hauana neiicrBusa KO, cyt

Puc. 4. TNorenunaneueiit (F,/F,) u peanbHblil (@)
KBaHTOBBII BbIXO (poToxummyeckoit aktuBHoctu OC 11
¥ OTHOCHUTEJIbHOE cosiepxkaHue xyopodwia (y.e. SPAD)
B JIUCThSIX PACTCHU, BBIPAIIEHHBIX B YCIOBUSIX 16 9 o-
tonepuona (/ — 3 nuct, 4 — 5 IUCT) WIM MOBEPraBIIUXCS
neiictBuio 24 4 poToreproaa, HaYnHasl ¢ Jar-¢assl (2 —
suct 3A-nar2, 5 — 5b-nar2) unu nor-dasel (3 — 3b-n012,
6 — 5B-n0r2).

¢ 18 cyT, moBpeXXAeHHBIMU OKA3aJIMCh JIUCThSI C IISITO-
ro u Boile (puc. 206-b, 3). Y pacreHuii aToro Bo3pac-
Ta B MOMEHT Hayasa aeiictBus KO nuctbs ¢ nopsa-
KOBbIM HOMEPOM MSIThb U BbILIE HAXOAWJIUCH B Jiar-
¢dasze pocra.

Juts oLieHKY BAUSIHUS (Da3bl POCTA JINCTA HA UYB-
cTBUTENbHOCTh K KO M3yuymiam peakinio JUCTHEB,



538 IIIMBAEBA u np.

Ta6auna 1. Pu3noa0ro-6MOXMMHUUYECKUE MOKA3aTEIN JUCTHEB, UCIIBITABIINX IEMCTBUE KPYIIIOCYTOYHOTO OCBEICHMS B
TeyeHue 3 HefleNIb, HAYMHas ¢ Jiar- WK Jor-dassl pocta (B % K KOHTPOJIIO).

3 1uct 5 nuct
ITokasarenb
3A-nar2 3b-70r12 5b-nar2 5B-no0r2
X (a + b), Mr/T CyX. Macchl 75% 96 79* 98
A, 300, MKMOJIb CO,/(M? ¢) 30* 105 56* 103
A, 1000, MKMOJIE CO,/(M? ¢) 51% 71 68* 98
O®UB, mxmoins CO,/Mmons H,O 54* 102 68* 101
LMA, mr/cm? 92 119 * 107 207*
OBD, % 242% 90 145 * 101
MIA, MKMOJIb/ T CyX MaccChl 142* 120 * 158 * 108
KAT, mxmons H,0O,/(Mr 6enka MUH) 46* 127* 109 130*
ATTO MxMoub/(Mr 6eJiKka MUH) 114 146* 107 121*
ITO MKMOJIB/(MT GeiKa MUH) 87 151* 154* 486*

TIpumeuanue: KOHTPOJIb — JIMCThsSI COOTBETCTBYIOLIETO MOPSIAKOBOIO HOMEpa B ycIoBUsX 16 4 hoToreproaa. ¥ — 3HaYMMBbIE pa3-
JIMYUS ¢ KOHTposieM. XJ1 — xjaopodwmi. [TokasaTesn B KOHTPOJBHBIX pacTeHUsIX TPUHATHI 3a 100%. AGCOMIOTHBIE 3HAYCHUSI KOH-

TPOJIBHBIX 00Pa3LoB Ui 3 ucTa: X (a + b) — 12.8 Mr/T cyxoro Beca, A4, ;9o — 10.7 MKMOIIBL COz/(M2 ), A, 300 — 6.0 MkMosb CO,/ (M2 ),

BUB — 7.48 mxmonb CO,/mmonbs H,O, LMA — 2.6 MI‘/CM2, OBD —22.4%, MJIA — 253 mkmoJib/ T cyxoro Beca, KAT — 2.6 MKMoJIb
H,0,/(mr 6enka mun), AI1O — 35 Mkmoub/(Mr 6e1ka MuH), [1O — 47 MmkMonb/(Mr Gesika MUH); A1 5 aucTa: xi (a + b) — 11.7 mr/r

cyxoro Beca, A4, 309 — 6.3 MKMOJIb COZ/(MZ ), 4, 1000 — 8.2 MKMoOJIb COZ/(MZ c), ®BUB — 9.28 mxmons CO,/Mmons H,O, LMA —
14 MF/CMZ, OBD —21.5%, MJA — 153 mxmons/ T cyxoro Beca, KAT — 4.6 mxmonb H,O,/(mr 6enika MuHn), AITO — 43 MKMonb/(MT

6enka MuH), [1O — 35 MKMob/(MT 6eIKa MUH).

nonBeprapimecs aeiicteuio KO, HaunHas ¢ nar-ga-
3bI UM jor-¢asbel. Mcrmonp3oBaam IUCThS pPa3HOTO
ropsiika — TpeTuid u nsTeit. TakuMm o6pa3oM, cpaB-
HUBaJM JTUCThS 3A-n1ar2 u 3b-nor2, a takke Sb-mar2
u 5B-nor2, T.e. TMCThI OTHOTO MOPSIIKOBOTO HOME-
pa, HaxoasIIrecs: Ha pa3HbIX (ha3axX pocTa B MOMEHT
Havana aeiictBusa KO. PesyabraThl 10Ka3aim, 4To U
TPEeTU, U MATbIM JIMCThbs, UCIIbITABIIME OEHCTBUE
KO, Hauunas c nar-gassl (3A-nar2 u Sb-nar2), ume-
JI1 6oJIee HU3KKE 3HAYCHUSI COAepPKaHMs XJI0pOopUI-
na (puc. 4B, Tabi. 1) m mokazareneii hIyopecueHINNT
xjopodbunna (F,/F,, @) (puc. 4a, 6). MHTeHCUB-
HOCTh (POTOCUHTE3A Y TPEThETo JIucTa 6buta Ha 70% u
50%, ay msrToro aucTta — Ha 45 1 30% HiKe KOHTPOJIST
pu PAP 300 u 1000 MkMoIIb/(M? C), COOTBETCTBEHHO
(ta6u. 1). 3nauenust DUB y TpeThero 1 msATOrO JMCTa
ObUTM HIDKE KOHTpoJIsI Ha 45 1 30%, cOOTBETCTBEHHO.
B 10 Xe BpeMs1 y 3THUX JTUCThEeB ObLIN 3HAYUTEILHO YBEe-
JIMYEeHBbl MOKa3zaTeJu IIPOHUIIaeMOCTH MeMOpaH
(OBD Ha 142 u 45%) w I10J1 (comepxanue MJIA Ha
42 1 58%) (Tabm. 1), 9TO CBUIETEILCTBYET O HATMINHI
CUJIBHOTO OKHCJIMTEJIBHOTO cTpecca. Y micta 3A-nar2
oTMedeHO cHuXeHue aktuBHocTu KAT Ha 54% mo
CpaBHEHUIO C KOHTpoOJIeM, a y 1ucrta Sb-mar2 yBenu-
yeHue aktuBHocTH 10 Ha 54% (tabm. 1).

TpeTunit u ISTHIM JUCTBSI, KOTOPbIE B MOMEHT Tle-
pexona Ha KO Obumn B jor-gasze pocra (3b-mor2 n
5B-n0r2), 1Mo conepkaHWIo XJI0poduiiIa U TMHAMUKE

3HaueHuit F,/F,, u @O He OTIMYATIUCH TOCTOBEPHO OT
KOHTpoJs (puc. 4, Tadi. 1). 3HaueHUst A, 5o Y TPETbE-
IO M TISITOTO JIMCThEB OBLIM HA YPOBHE KOHTPOJS, a
3HAYEHUS A,, 1190 Y TPETher0 JincTa Ha 30% HUKe KOH-
Tposs (Tadi. 1). 3Havenuss LMA cyniecTBeHHO IIpe-
BOCXOIWJIA KOHTPOJIb — Ha 19% y TpeThero mcra u Ha
107% y miaToro. Y TpeThero JUCTa OTMEUEHO MOBbBI-
mreHre Ha 20% 110 cpaBHEHUIO ¢ KOHTPOJIEM COIepsKa-
Husg MJIA, Torma Kak y IISITOroO JIMCTa OHO OBLIO COITO-
CTaBUMO C KOHTpoJjieM. [1o akKTMBHOCTM aHTHOKCH-
nmanTHBIX (pepmeHTOB (KAT, AITO 1 I10) u Tpetuii, u
TSATHIA JIMCT MMeNN GoJiee BHICOKME TMOKa3aTesn I10
CpaBHEHUIO C KOHTpoJieM (TadJ. 1).

Bausnue noaoscenus aucma na pacmeruu

st TOro 4TOOBI BHISIBUTH BIIMSIHUE ITOJIOXKCEHMUS
JINCTa Ha pacTeHHNU (IMOPSIIKOBOIO HOMepa) Ha YyB-
cTBUTENbHOCTE K KO, cpaBHMBaIM peaklUiO JIU-
CTbEB, KOTOphIe B Havaje aeiicTBus KO Haxogninch
Ha omHOM (haze pocTa, HO UMEJIM Pa3HBIN MOPSIKO-
BBIII HOMEp, TO ecTb JUCThbd 3A-nar2 m 5A-narl, a
Ttakxke SB-yor2 u 7B-norl (puc. 16).

CpaBHeHue 3-rO0 M 5-TO JaMUcCTa, HAXOOSIIUXCS B
Jnar-cdaze B MOMeHT Hadaia aeictBust KO (mcthbs
3A-nar2 u 5A-narl), mokasajo, 4TO C TeUYEHHUEM Bpe-
MEHU cojJepKaHue xjaopoduiia u 3Hauenud F,/F, u
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@] Y HUX 3HAYUTEIbHO CHUXAJIUCH N0 CPABHEHUIO C
KOHTpoJieM (puc. 5, Tabi. 2). Y TpeTbero JucTa 3Ha-
yeHUs1 A, 309, A,y 1000 1 DV B OB HUXKE KOHTPOJIBHBIX
Ha 50—70%, Torma Kak y ISITOTO JMCTa COCTABIISUIU
Bcero 4—7% OT KOHTPOJBHBIX 3HAaUeHU (Taba. 2).
3naueHuss OBD mpeBocxomuiyd KOHTPOJIbHBIE Ha
142% u 67% nna nuctbeB 3A-nar2 u 5A-narl, coor-
BETCTBEHHO. Y TpEThero JIMcra copepxkanme MJIA
6610 Ha 42% BEILIE IO CPABHEHUIO C KOHTPOJIeM. Y
TpeThero JucTa Ha 54% Oblaa CHUXeHa aKTUBHOCTD
KAT, a y mgaroro amcTa akTUBHOCTB BceX (EPMEHTOB
ObUIa 3HaUNTEILHO cHInKeHa — KAT — Ha 48%, AITO —
Ha 60%, 10 — Ha 66% (Tadu. 2).

[1pu cpaBHEHMHU ISTOrO M CEIHBMOTO JIUCThEB, KO-
TOpBIE OBLUIU B JI0T-(a3e pocTa B MOMEHT HaJaJia aeii-
ctBusl KO, BUAHO, UTO T10 COAEPKAHUIO XJI0POPUI-
JIa, moKa3aTeJisiM (payopeceHIUU XJI0poduiia, MH-
TeHCUBHOCTH (potocuHTe3a, DB, OBD 1 MIA oxn
HE OTJIMYAJMCh JTOCTOBEPHO OT KOHTpOJs (puc. 3,
Ta0. 2). [1pn aTOM 3HaYeHus1 LMA y nmuctbeB 5SB-n1012
u 7B-yorl mpeBBIIagyM KOHTPOJIbHBIC 3HAYCHUS Ha
107% n 80%, cooTBeTCcTBEHHO. I1pM 3TOM 3HAYEHUS
aktuBHOCTU (pepmeHTOB KAT 1 AIIO y 0b6oux nu-
CThEB IIPEBBIIITAIN KOHTPOJbHBIC 3HaUueHUsT Ha 20—
30%, a I[10 — Gonee yeM B 2—3 pa3za (Tabi. 2).

V nucthbeB, ucnblTaBux AeiictBue KO, HaunHas
¢ nar-dasbl pocTa, CTeNleHb XJIOp03a YCUIUBAJIach C
yBeJIMUYeHMEeM HoMepa JiucTta (puc. 20, 3).

Bausnue eo3pacma pacmernus

st olleHKU BIVSIHUSI BO3pacTa pacTeHUsI Ha 4yB-
cTBUTEIBbHOCTh K KO cpaBHMBaIM peakivio JUCThEB,
HaxomsIIMXCS Ha OAMHAKOBOM (hba3ze pocTa y pacte-
HUIA, KOTOpbIe B Havae neiictBust KO nMenu pa3Hbliit
Bo3pacT. s 3TOro cpaBHUBAIM JUCThbsI 3A-nar2 u
5b-mar2, a taxke 3b-mor2 n 5B-mor2 (puc. 10).

BonbIIMHCTBO WM3YyYEHHBIX TOKazaTeneil y Jiu-
ctbeB 3A-nar2 u 5b-nar2 ObUIM HUKE KOHTPOJIbHBIX
3HaveHui1 (Tabi. 1, puc. 4), omHaKo moka3aTeu ¢Jry-
opecleHIMM xJaopoduuia (puc. 4) ¥ THTEHCUBHOCTh
¢doTocuHTe3a (Tadj. 1) ObLIM 3HAYUTEILHO BBILIE Y
mucTtheB Sb-mar2. B 1o xke Bpems y auctheB Sb-nar2
OBUIM 3HAYUTEIILHO HIDKE, YeM Y JIMCTheB 3A-jar2,
3HaueHuss OBD, npu 3ToM B 2 pasa BbIllIe aKTUB-
HocTh KAT u I1O (ta6ma. 1).

Jluctess 3b-nm0r2 m 5B-710r2 mo mokasaTessiM
F,/F,, 1 @, conepxaHuio xjaopoduia, A, 3o, DB He
OTJIMYAJIMCh OT KOHTPOJISI, OOHAKO JIMCThsI 3bB-or2
umenn Ha 30% Huxe 3HaYUeHUS A,, ;oo IO CPABHEHUIO
c JmcThsiMu SB-nor2, a 3Havyennst MJIA y HUX ObUTH He-
cKoJibko BhilIe (Tadi. 1). ITo aktuBHoctu 1O nucThs
5B-70r2 B 3 paza nnpeBOCXOAWIU JIUCThsI 3b-71012.

OBCYXIEHMNE

B psine mpoBedeHHBIX 3KCIIEPUMEHTOB MbI Ha-
OJIIOIaIN, YTO JIMCThS TOMAaTa 00JIagaioT pa3HOM 9yB-
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Puc. 5. INoreHunansubiit (F,/F,) 1 peanbHblil (@)
KBaHTOBBIM BeIXOI (poToxummueckoii akruBHoctu MC 11
1 OTHOCUTEJIbHOE cofiepxkaHue xsiopodwia (y.e. SPAD)
B JIMCThSIX PACTCHU, BBIPALLIEHHBIX B YCIOBUSIX 16 4 do-
toriepuoaa (I — 3 auct, 3 — 5 1ucT, 6 — 7 IUCT) WU TIO-
BepraBLIUXCsl neicTBuio 24 4 ¢dortonepuona (2 — JaUCT
3A-nar2, 4 — 5A-narl, 5 — 5B-nor2, 7 — 7B-norl).

CTBUTENIBLHOCTHIO K KO, KOTOPYIO MOXKHO OLICHUTh C
TMOMOIIBIO PA3IMYHBIX  (PHU3HUOIOr0-OMOXMMNIECKIX
nokasaresyieil. BuzyanbHo pa3zHas peakius Ha KOy im-
CTBhEB TOMAaTa Ha OHOM paCTeHUM OTMeYaiach 1 paHee
[18], omHako (uU3MOIOro-oMoXuMHUYeckasi OlLICHKa
aToro (peHOMeHa JaHa He Obuta. M3 monydyeHHBIX HaMHT
pe3yIbTaToB CIIEAyeT, 4To (pa3a pocTa JIMCTa, Ha KOTO-
pOiT HaXOOUTCS JINCT B MOMEHT Havasa aeiicteuss KO
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Taoauua 2. ®usnonoro-6MoXxuMmUIecKre MMOKa3aTe M JTUCTheB Pa3HOTO TTOPSIIKA IO TOJIOKEHUIO Ha cTebJie, UCTIbITaB-
IIMX IEUCTBUE KPYIJIOCYTOYHOTO OCBEICHUSI B TeueHue 3 Henellb (B % K KOHTPOJTIO).

Jlar-caza Jlor-dasa
IMokazarenb
3A-nar2 5A-narl 5B-nor2 7B-norl

Xt (a + b), MT/T CyX0ii Macchl 75% 78% 98 98
A, 300, MKMOJIb CO,/(M? €) 30* 4 103 99
A, 1000, MKMOTBb CO,/(M? ¢) 51% 4* 98 96
OUB, mxmons CO,/mMmons H,O 54* 7* 101 97
LMA, mr/cm? 92 93 207* 180*
OBD, % 242%* 167* 101 105
MJIA, MKMOJIb/ T CYyXOil MacChl 142* 107 108 110
KAT, mxmons H,O,/(Mr 6enka 46%* 52% 130* 120*
MUH)

ATTO MxMoub/(Mr 6eJika MUH) 114 40* 121* 125*
1O MxMonb/(MT Ges1Ka MUH) 87 34* 486* 377*

TTpumeuanne: KOHTPOJIb — JINCThSI COOTBETCTBYIOIIETO IMMOPSAKOBOTO HOMEpPA B YCJIOBUSX 16 4 hoTomeprona. ¥ — 3HaYUMBIE Pa3-
JIM4us ¢ KOHTpoJieM. X — xjopoduut. ITokasaTean B KOHTPOJbHBIX pacTeHUSIX TPUHSTHI 3a 100%. AGCOMIOTHBIE 3HAYEHUST KOH-

TPOJIBHBIX 00pa3LIoB sl 3 ucTa: X1 (a + b) — 12.8 Mr/r cyxoro Beca, A4,; 1900 — 10.7 MKMOJTb COZ/(M2 ¢), A, 300 — 6.0 MKMOIIB CO2/(M2 c),
OUB — 7.48 mxmonb CO,/Mmons H,O, LMA — 2.6 MF/CMZ, OBD —22.4%, MAA — 253 mxkMoab/r cyxoro Beca, KAT — 2.6 MkMoJb

H,0,/(mr 6enka mun), AI1O — 35 Mkmonb/(Mr 6enka muH), 1O —
cyxoro Beca, A, 300 — 6.3 MKMOITb (M2 ¢), A,, 1000 — 8-2 MKMOJTb (M?

47 MKkMob/(MT O6eKa MUH); it S tucta: xi (a + b) — 11.7 mr/r
¢), DUB — 9.28 Mkmoib CO,/Mmonb HyO, LMA — 1.4 mr/cm?,

OBD —21.5%, MJA — 153 mxMmodb/ T cyxoro Beca, KAT — 4.6 mxmonb H,O,/(Mr 6enka MuH), AITO — 43 MKMoib/(Mr 6ej1Ka MUH),
IO — 35 mMxmounb/(Mr 6enka MUH); uid 7 aucTa: xia (a + b) — 10.9 mr/r cyxoro Beca, A4, 1oo9 — 8.3 MKMOJIb CO2/(M2 ©), Ay, 300 —
6.2 MKMOJIb CO2/(M2 ¢), O9UB — 9.18 mxmonb CO,/mmons H,O, LMA — 1.4 MI‘/CMZ, OBD — 21.1%, MJJA — 148 MKMOJIB/ T CYXOTO Beca,
KAT — 4.2 mxmonb HyO,/(Mr 6enka mun), AITO — 39 Mmxmonb/(Mmr 6ei1ka MuH), [1O — 37 MxMounb/(MT Gesika MUH).

Ha pacTeHUe, UTpaeT OMpEeNeIsIoIIYIO POJb B peak-
nuu aucta Ha KO. Tak, y TUCTheB, HAXOMSIIUXCS B
MoMeHT Havasa neiicteust KO B jmar-da3se pocra, mmo-
CTEIICHHO CHIDKAINCH IT0KA3aTeId NOTeHIINAIbHOTO
U peajibHOTO BBIX0Ja (POTOXUMUYECKON aKTUBHOCTU
®DC 11, nHTEHCUBHOCTh (POTOCUHTE3A, COMEPKAHMUE
xnopodminia. BMecre ¢ TeM y HUX ITOBBIIIAINCH MHTEH-
cuBHocTh I1OJI u nmpoHunaemoctr MeMOpan (OBD),
YTO CBUAETEILCTBYET O Pa3BUTUU OKUCIUTEIHHOTO
crpecca. Co BpeMeHeM y TaKMX JINCThEB ITOSIBIISIIICS
MECKMITKOBBIH XJIOpO3. B IpOTUBOIIONIOXHOCTD, JIU-
CTbsI, KOTOpPBIE B MOMEHT Havasa aeiictBust KO obuin
cTapllie ¥ HaXOOWJINCh B JIOor-(a3e pocTa, o I1oKa3a-
TeJIsIM (POTOCUHTETUIECKOM aKTUBHOCTH U COAEPKa-
HHIO XJIopodujia He OTINYaIUCh OT KOHTPOJISI, 3a
UCK/IIOYEHUEM CHIDKEHUSI MHTEHCUBHOCTU (hOTO-
CHHTE3a Y TPEThEro JIMCTa MPU HACBIAIOIIEH UHTCH-
CMBHOCTHU cBeTa. [Ipr3HAKOB OKMCIIMTEIBHOIO CTpecca
y HUX He HabJroaaa0ch. OOBIYHO MOBBIILIEHUE YCTOM-
YMBOCTU PACTCHUI K U30BITOYHOMY CBETY CBSI3BIBAIOT C
MOBBIIIEHNEM aKTMBHOCTH MEXaHU3MOB aHTHMOKCHU-
JaHTHOI 3a1muThl [22]. B maHHOM cly4ae 3TU JIMCThS
nMean 6oJjiee BHICOKHE MOKa3aTeJ Il aKTUBHOCTH aH-
tnoKcuaaHTHBIX (pepMeHTOB (KAT, AITO u I10), yto
MPEANOI0KUTEIbHO U SIBUJIOCH IPUYMHOM OTCYT-

CTBUSI Y HUX (poTomoBpexaeHuii. Tak, aKTUBHOCTb
KAT, AITO u I10 y TpeTbero nucra, IoaBepTIIErocst
neiictBust KO B jior-dase, 6b11a B cpenHeM Ha 80%,
32 u 64% Bbllle, YeM Yy JIMCTA, UCIBITABIIETO Jeii-
crBue KO, HaunHas ¢ mar-gasbl pocta. A IJIsI IISITOTO
JIMCTa 3T 3HadyeHus coctaBisin 21, 14 u 332% coot-
BETCTBEHHO.

HaGnomaemasi 3aBUCMMOCTh UYBCTBUTEIbHOCTU
mucta K KO ot ¢asbel pocTa JMcTa He SIBIISIeTCS He-
oXumaHHoi. B nurepartype, mocBseHHO (oTorie-
puoaM3My, ONKMCAHO MOCTATOYHO CJIyd4aeB, KOTIa
YyBCTBUTEILHOCTh PACTEHUI K (hOTONMEPUOINIECKO-
My CTUMYJTy UHULIAALIMY LIBETCHVSI U3MEHSIETCS B XOJIE
oHTtoreHe3a [23]. VI3BecTHO Tak:Ke, YTO MO (poTonepu-
OINYECKUM KOHTPOJIEM HAXOMUTCI HE TOJBKO MepeXo
K TeHEepaTMBHOMY Pa3BUTHUIO, HO M TaKWE TPOLIECCHI
KakK, HallpuMep, POCT JINCTbEB, CIIOCOO BETBJICHMUS,
pPOCT KOPHEBOIT CUCTEMbI, HAKOILJIEHHUE U pacIpe/e-
JIEHHE CyXOro BelllecTBa, KymieHue. OmHaKko, B CIIy-
yae ¢ KO, Kak moka3bIBalOT HAIIX ONBIThI, pEaKIINU
JINCThEB U PACTEHUI IPOTUBOIOJIOKHBI TEM, KOTOPhIE
HaOJTIOIAI0TCS TIPY U3MEHEHMU YYBCTBUTEJIBHOCTU K
doTorepruoaMUecKOMy CTUMYITY. Tak, U3BECTHO, UYTO
YYBCTBUTEILHOCTh CTaphIX U MOJIOJBIX JIMCThEB HE-
OIVMHAKOBa, a HanboJiee YyBCTBUTEILHBIMUA K U3Me-

®U3NOJOTUI PACTEHUM  Tom 68 Ne 5 2021
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HeHMIO (POTOIIepHOoAa SIBJISIOTCSI aKTUBHO PAaCTYILINE
JucThs. ECTh 1 60Jiee CI0XXHBIE TIPUMEPhI 3aBUCHMO-
CTH OT Bo3pacTa jaucrta. Hampumep, y pacteHuii nyp-
HumHUKa (Xanthium pennsylvanicum) JIUCTbs IUIO-
HIanbI0 MEHEE 2 CM? HEUYBCTBUTENBHBL K POTOIEPU-
OIUYECKOMY CTMMYJYy LIBETEHMs, a MaKCHUMaJbHas
YyBCTBUTEJILHOCTh 3a()MKCUpPOBaHa y JIMCThEB, J0-
CTUTIINX ITOJIOBUHBI CBOETO OKOHYATEILHOIO pa3Mepa.
3aTem, 10 Mepe JajbHEHIIero pocra, YyBCTBUTEIb-
HOCTb JINCTHEB CHOBa cHIKaercs [24]. U B aToM ciy-
yae, M B HaIux akcnepuMeHTax ¢ KO, HaGaomaeTcs
OTCYTCTBME WJIM CHIDKEHUE YyBCTBUTEILHOCTH Y 3pe-
JIBIX IUCTheB. OMHAKO, B cllydyae ¢ BOCIIpUSITUEM (Po-
TOIIEPUOINYECKOTO CTHUMYJa CaMble MOJIOIbIC JIM-
CTbsI HAaxXOHSITCS Ha NMPEUMHIYKTUBHONM CTaguy U HE
CITOCOOHBI (He 00J1amaloT KOMIIETEHIIME) BOCIIPHU-
HYMAaTh CTUMY/IMPYIOIINE CUTHAJIBI, a IO IeiiCTBUEM
KO naunbonee cuiibHbIE MOBPEXKICHMS TTOSIBIISIIOTCS Y
CaMBbIX MOJIOABIX JUCTbEB, B TO BpeMsl KaK pacTylliue
W 3peJIbIC JIMCThsI MPAKTUISCKA HE MMEIOT BUIUMBIX
MOBPEKICHUN UM OHU BO3HMKAIOT rOpas3ao IO3XKe.
M3BecTHO Takke, YTO YyBCTBUTEIBLHOCTD JIUCTHhEB K
M3MEHEHUIO (POoToNeproaa CBsI3aHa U C BO3PacTOM
pacteHus. YeM crapiiie pacTeHHe, TeM MEHee IIpOo-
JIOJDKUTESIbHBIN MHAYKTUBHBIN Nepuo TpeOyeTcs st
nepexona K nsBereHuro. B cirydae ¢ netictBuem KO 60-
Jiee B3POCJIbIE PACTeHMsI OKa3bIBAIOTCSI MEHEE UyB-
CTBUTEJILHBIMU. DTO OTMEUYEHO B HAllIMX 3KCIIepU-
MEHTax 1 B 0oJjice paHHMX ONBITaX Ha ToMmare [18] ¢
yKa3zaHueM Ha TO, YTO HauOOJIbIlIeil YyBCTBUTEILHO-
CTBIO 00JIaNAlOT pacTeHUs, UMelolIne 4—7 JINCThEB, a
0oJjiee MOJIOAbIC WIN B3POCIIbIE SIBJISIIOTCSI MEHEE UyB-
CTBUTENBLHBIMU. MBI B CBOSH paboOTe OTMETHITA TOJIBKO
MEHBIIYIO CTeIIeHb CHUKEHUST (DOTOCUHTETUYECKO
aKTUBHOCTU U Pa3BUTUSI OKUCIMTEILHOIO CTpecca y
JIMCTBEB, TonBeprinmxcs neiicreuio KO B mar-gase,
Ha 0oJiee B3pOCJIbIX pacTeHUSIX. Y pacTeHUit XXe, KO-
TOpBIE ¢ caMOTo Havana pociii B yciaoBusix KO, Bce
JIMCThsI, HAUMHAsS C IIEPBOro, UMEIU OYEHb XOPOIIIO
BbIpaXk€HHbIE MPU3HAKU (DOTOMOBPEXIECHUS (XJIO-
po3, conepxkanue xaopoduiuia MeHee 10 y.e. SPAD)
(maHHBIE HE IPUBOISTCS).

Oco00 OTMETHM, YTO B HAIIMX OIIBITAX MbI OOHA-
PYXUJIM 00Jiee BEICOKYIO aKTUBHOCTH AO (hepMEHTOB —
KAT, AITO u I1O. PaHee noBbIllIeHNEe aKTUBHOCTU
KAT n CO/l Takke oTMed4ajoCh Y pacTeHM Kyjlb-
TypHOTO ToMarta B yciaoBussx KO 1 TocTossHHOM TeM-
nepatypsbl [25]. ¥V 6akiaxkaHa B yciaoBusix KO peskoe
yBemmueHne aktuBHocT CO/l, KAT u I1O mpoucxo-
IIAT YK€ Ha BTOPOM1 IeHb [26]. B psne npyrux pabor, B
YaCTHOCTH MPOBEIEHHBIX C PACTEHUSIMU cajlaTa B yCJIO-
Busix KO, orMedeHo OoJjiee BEICOKOE COIep:KaHUe He-
¢epMEHTHBIX KOMIIOHEHTOB aHTUOKCUIAHTHOM CHU-
creMbl (AOC), Takux kak L-ackopObrHOBas1 KUCIOTa
W TJIyTaTMOH, a TakKKe IIOBBIIICHHASI aKTHUBHOCTh
AIIO u rayratuoHpeaykTa3bl Ha (oHe 3HaYeHUI
F,/F,, Bbie 0.8, CBUACTENbCTBYIOIINX 00 OTCYTCTBUU
doTooKUCINTENBHBIX TTOBpexkaeHuii [1]. IloBbiIIeHE
coaepxaHus L-acKopOMHOBOII KMCJIOTHI HaOJIIoma-
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JIOCh TToCIe 48 9 HeTIpephIBHOTO IeiicTBUS cBeTa [27],
YTO MIPUBEJIO aBTOPOB K Hee KPaTKOCPOUHOTO (B Te-
yeHue 2 cyt) npumeHenus KO mist yBeamyeHUs co-
JIep>XaHUsl aCKOPOWHOBOI KUCIIOTHI Iiepel cOopoM
ypoKast JU1sI TPOM3BOACTBA TaK Ha3bIBAEMbIX (DYHKIIM -
OHAJILHBIX MUILEBBIX MPoayKToB (“functional food”) ¢
MOBBIIIEHHBIM aHTUOKCUIAHTHBIM JeiicTBHEM. Tak-
Ke Yy pacTeHMI cajlata, MIOMEIeHHBIX Tepea cOopoM
ypoxas Ha 2 cyT B ycinoBust KO, orMedeHo yBemde-
ane aktuBHoCcTH COJl, aHTUpaguKaJIbHON aKTUBHO-
ctu (1o metony DPPH) u cymmapHoro conepkaHust
¢eHOIbHBIX coenuHeHun [28].

M3BecTHO, YTO aHTOLIMAHBI UTPAIOT (POTOIIPOTEK-
TYPHYIO pOJib 1 IIOMOTAlOT BOCCTaHABIMBATh OajlaHC
MexXay nomiolieHueM cBeta u ukcauueir CO,, cHU-
XKasi TaKuM 00pa3oM BO3MOXHOCTh (POTOOKUCIINTEIIb-
Horo noBpexneHus [29]. B manHoit pabore Komde-
CTBEHHO CofiepXXaHWe aHTOLIMAHOB MbI HE OTIpENeIsIu,
HO OTMeYain (PMOJIETOBYIO OKPACKY HIDKHEIT CTOPOHBI
JINCTBEB, KOTOphIe IoaBepraimuch KO u He nmenu
MpU3HAKOB (oTomnoBpexaecHuil. MoxHo Ipeamno-
JIOXWTh, YTO COAEpKaHNWE aHTOLIMAHOB B 3THUX JIM-
CTBbSIX OBLIO ITOBBIIIIEHHBIM, YTO TAaKXKE CIIOCOOCTBO-
BaJI0 YCUJICHUIO aHTMOKCUIIAHTHOM aKTUBHOCTU B HUX.

He6omnpmioe cHuxkenue 3HayeHuit F,/F, v @ y
JIUCTheB, ToaBepriuuxcs aeiictsuio KO B mepuon
Jor-(a3sl, KOTOpoe HA0II0AAJIOCh B HAIITNX OITHITaX 1
B ApYrux paborax Ha Apyrux oobekTax [28], Takxke
CBUICTEIILCTBYET O TOM, YTO PACTECHUS “9yBCTBYIOT”
U30bITOYHOE OCBEIIEHUE U 3alMIIAIOTCS OT €ro He-
raTUBHOTO BIUsIHUS. [1py 9TOM CHUIKEHUE 3HAYCHU I
F,/F,, v @ B TaKuX cIy4yasiX He CKa3blBaeTcs Ha (o-
TOCUHTETUYECKOU CITOCOOHOCTHU JIMCThEB, HO CBUIIE-
TEJIbCTBYET O TMHAMUYECKOM (POTOMHTUOMPOBAHNUM,
KOTOpOe 3aluinaer (poTOCMHTETUYECKUil armapar
ot nioBpexneHns [30]. Bormpoc o ToM, sIBISIETCS TN
GOTOMHTNONPOBAHUE CTpECC-peaKIIMeil NI 3TO 3a-
IIUTHO-TIPUCITIOCOOUTENIbHASI peaKlivsl, HalpaBJieH-
Hasl Ha COIJIaCOBaHUE CBETOBBIX peakiuit GOTOCUH-
Te€3a CO CJIOXHOW U Pa3BETBICHHOU MOCIEN0BATEIb-
HOCTBIO OMOXMMUYECKUX PeaKInii, TPOUCXOISIIUX B
TeMHOBOU (haze (hoTocHMHTE3a, OCTaeTCs TOKa AWC-
KYCCUOHHBIM.

Crnenyert cka3aTh, YTO BIMSTHUE MTOJIOXKEHUS JIUCTA
Ha pacTeHMHU TPYAHO pa3rpaHUYIUTh C BIUSIHUEM (ha-
36l pocTa jqucTta. [ToHITHO, 9YTO B MOMEHT ITE€PEKIIO-
YyeHUsI CBeTOBOTro pexkxnuma Ha KO nucThs ¢ 601bIIUM
MOPSIAKOBEIM HOMEPOM OyAyT HaxOMUThCS Ha Oosee
paHHUX CTagusIX pa3BuTHs. Bce ke cpaBHUB JTUCThS C
pa3HBIM TIOPSIAKOBBIM HOMEPOM, HAXOISIIMXCS B
OOMHAKOBBIX (pazax pocTa (XOTS U pa3IMYaBIINXCS
KakK Haxongmirecs B Havaye (a3bl I B €€ cepeln-
HE) Ha pacTeHMSIX OJHOTO BO3pacTa, Mbl IPUIILIN K
BBIBOIY, UTO MHOPSAKOBEIII HOMEpP JIMCTa HE HECET
NPUHININAJIBLHOTO 3HaUYeHUSs. JIMCThS ¢ pa3HBIM MO~
PSIIKOBBIM HOMEpOM, HUcHbITaBiuue aeiicteue KO,
HauynHas ¢ Jlar-gasbl, UMeIY IIPU3HAKU CBETOBOTO
MOBPEXKICHUS, B TO BpeMs KaK JIMCThI C pa3HBIMH
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MOPSIAIKOBEIMM HOMEpaMH, HaXOIWBIIMECS B JIOT-
daze B MoMeHT Havasa aelictBust KO, nMenu cxoaHbie
XapaKTEePUCTUKM, IIPOSBIIsIsl HAMHOIO MEHBIIYIO
qyBCcTBUTEAbHOCTh K KO. YTO KacaeTcsT JIMCTBEB C
MpU3HAKAaMHM CBETOBBIX MOBPEXICHUN (X7I0p03), TO
YCTaHOBJIEHO, YTO CTEMeHb XJIOPO3a YCUJIMBaIach C
YBeJIMIEHNEM ITOPSIIKOBOTO HOMEpA JINCTA, T.€. Y TT0-
CJIEAYIOIIMNX JTUCTheB. OUeBUIHO, 3TO CBSI3aHO C TEM,
YTO JIMCThsI C OOJILIIMM ITOPSIAKOBBEIM HOMEPOM Ha-
XOIOMINCH Ha O0Jiee paHHUX CTaIUSIX Pa3BUTHS B MO-
MeHT Hayvana aevictBus KO.

Takum 06pa3oM, pe3yabTaThl IIPOBEICHHBIX OIThI-
TOB MOKAa3aJIk, YTO B YYBCTBUTEIILHOCTU JIUCTHEB K
KO rnasnHy10 posb urpaet ¢asa pocra JucTa, Ha KO-
TOpO# OH nonaBepraercd aeiictuio KO. Bo3pacTHas
W3MEHYMBOCTh B UYBCTBUTEILHOCTH U/WIN YCTONIM-
BOCTU JIMCTheB K KO mpeamnoaoKuTesIbHO CBsI3aHa C
pa3HOI CTEIMEHbI0 aKTUBHOCTU KOMITIOHEHTOB AOC,
B YACTHOCTHM AHTUOKCUIAHTHBHIX (pepMeHTOB. JIu-
cThbs, noasepramwinuecs KO B yar-gase, Hecnocob-
HEI B JaJIbHEMIIIEM IIPOTUBOCTOSITh OKMCIIUTEIILHOMY
cTtpeccy, Bei3BaHHOMY KO (13-3a HU3KOM aKTUBHO-
ctu ¢pepmeHToB AOC), 1 'y HUX pa3BUBaIOTCS (OTOITO-
BPEXICHUSI B BUAEC MEXCKMIKOBOIO XJI0po3a. JIucThs
e, KOTOphIe MPOILIN Jar-gasy pocta B HOPMaIbHBIX
CBETOBBIX YCJIOBUSIX 1 TOABEpraiuch aeiicteuio KO yxke
B JIor-da3e, OKa3bIBalOTCsI 0ojice YCTOMYMBBIMU K
nevicreuio KO. /I HrX XxapakTepHa 0oJiee BRICOKAasT
aktuBHOCTb pepmMeHTOB AOC (KAT, AIIO, I10) n
Kak CJICICTBUE Y HUX HE pa3BUBACTCS OKUCIUTECIb-
HBII CTpecc, BRI3BAHHBIN Ype3MePHBIM OCBEILIEHUEM.
ITopsinKoBBIN ke HOMED JIMCTa HE BIMSET 3HAYMMO
Ha ycToiuuBocTh K KO, a ¢ yBeImyeHHEM BO3pacTa
pacTeHuit ux ycToiunBocTb K KO moBbIIIaeTcs.

UccnepoBanue BBIMOJHEHO TIpU (PUHAHCOBOIA
nopaepxkke Poccuiickoro ¢poHma hyHaaMeHTaIbHBIX
WCCIeIOBaHN B paMKax HaydHoOro mpoekrta Ne 20-
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nonb3oBaHust MDenepalbHOrO HMCCIECAOBATEILCKOTO
HeHTpa “Kapenbckuit HaydyHBIN 1IeHTp Poccuiickoit
aKkageMU HayK” B paMKaX rocydapCTBEHHOTIO 3aja-
Hus KapHILL PAH (0218-2019-0074).
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IIpoBenerHo mogpoOHOE XPOMATO-MaCC-CIIEKTPOMETPUIECKOE U3ydeHE BTOPUIHEIX METaOOIUTOB B OMO-
Macce CyCIeH3MOHHOM KyJIbTYPhI KJIETOK MaHAparopbl TYpKMeHCKoOi (Mandragora turcomanica Mizgir.),
KOTOpag IMOQAePXXMUBAETCI B AKTUBHO pacTyileM cocTostHuu 6osee 30 net. UneHTnduimpoBaHbl KaK IIK-
POKO pacIpoCcTpaHEeHHbIE Y paCTeHUI coeTMHEeHNS (AaMUABI THIPOKCUKOPUYHEIX KUCIIOT C IyTPECIIUHOM 1
depyIomITUpPaMIUH), TaK U BECbMa peaKUe MEeTa0OIUTHI (ITMKO3U bl DEHMIITUIAMUIOB TMIPOKCUKOPUY -
HbIX KuciioT). UaeHTudukaumnio coequHeHU i ITPOBOIMIIN C IOMOILBIO YABTPadddeKTUBHOM XKUAKOCTHOM
XpoMaTorpaduu, COBMEIIEHHOMN ¢ MAacC-CIIEKTPOMETPUEN BHICOKOTO pa3pellleHus IIPU MOHU3AUH 31K~
tpopacnblieHueM (YOXKX-NMDOP-MC) u neTeKTUpOoBaHUU MOJOXUTEAbHO U OTPULIATEIbHO 3apsSKEHHBIX
1OHOB. CTPYKTYpHBIA aHAJIN3 TJIMKO3UIOB (DEHMUIITUIAMUAOB (hepyIOBOIl KMCIOThI OCYILIECTBIEH Ha OC-
HoBaHMU paciindpoBku MC-CHeKTpOB, MOJIyYeHHBIX MPU (parMeHTALUU IPOTOHUPOBAHHBIX MOJIEKY-
JSIpHBIX 1oHOB [M + H|' sTux coennHeHuit B McTOUHMKe MOHM3aLUU. Ha OCHOBAaHUM MONYYEeHHBIX pe-
3yJIbTATOB ITOKA3aHO HaJIW4Ke B KIeTKax M. turcomanica, KyJIbTUBUPYEMBIX M Vitro, TISITU TeKCO3UIOB (de-
PYJIOBOI KMCJIOTHI, TPU M3 KOTOPBIX C OCTATKAMU TUPAMUHA, U [0 OMHOMY C OCTaTKaM1 METOKCUTUPAMKHA
U OKTOITAMMHA COOTBETCTBeHHO. OIMH 13 OOHAPYKEHHBIX INIMKO3UIOB OTHOCUTCS K OU€Hb PEIKOI rpyIire
MeTabOoJIMTOB paCTEHUI — AUTeKCcOo3uabl pepynonntupaMmuta. [1oaydyeHHbIe pe3yabTaThl HOATBEPKAAIOT
pa3pabarbiBaeMylo B HalllUX paboTax KOHIEINIO 00 U3MEHEHUH CIEeLaTu3uPOBaHHOIO OOMeHa B KYJIb-
TUBUPYEMBIX K Vitro KJIeTKaX BBICIIMX PACTeHMIi, CBUIETEJILCTBYIOT O COXpaHeHUU B AenuddepeHIpo-
BaHHBIX IPOJIM(EPUPYIOIIMX KIIETKAX CIIOCOOHOCTH K 00pa30BaHMIO CJIOKHOIO Habopa BTOPUUHBIX MeTa-
0OJIMTOB, YTO MTPOTUBOPEYUT CJAOKUBIIMMCS MPEACTABICHUSIM 00 yTpaTe MU CHUXXKEHUM MHTEHCUBHOCTHU
CHEeLMAIM3UPOBAHHOIO META00IM3Ma B KYJIbTYpax KJIETOK BbICIIUX PACTCHUIA.

KimoueBble caoBa: Mandragora turcomanica, cycrieH3MOHHas1 KyJIbTypa KJIETOK, TAPAMUH, TIIMKO3UIbI (de-

HUJISTUIAMUIOB (hepyI0BOil KUCTOThI, BTOPUYHBINA META00IM3M

DOI: 10.31857/S0015330321050080

BBEAEHME

PacTenus SBISIIOTCS OMHUMUA M3 CaAMBIX CIIOXKHBIX
IO CBOEMY XMMUIECKOMY COCTaBy OpraHn3MoB. Bapua-
OenbHAsT 9acThb 3TOTO COCTaBa ONpEHesIsIeTCs, TpesKie
BCETo, 00pa30BaHNWEM M HAKOIUIEHHEM BEIECTB “cIie-
AIM3UPOBAHHOIO” O0OMeHa (BTOPUYHBIX METa0OoIM-
TOB), POJIb KOTOPHIX B XXU3HEACITCITLHOCTA PACTCHUS
SIBJISIETCSI TIPEIMETOM MHOTOUYMCJIEHHBIX I1CKyccuil. B
HacTosiiee BpeMsl MpeBaMpyIoIiasi TOUKa 3peHUs —
y4acTHe BTOPUYHBIX META0OJUTOB BO B3aMMOACHCTBUN
pacTeHusl C OKpyXKalollleil cpenoii: (hopMUpOBaHUE U
perymisamnus cBs3eil B pa3JIMIHbBIX TUIIAX COCYIIIECTBO-
BaHUS pacTeHU ¢ IpyTMMU OpraHu3MaMu (CUMOUO-
THYECKNE, aHTATOHUCTUYECKHNE W APYTHEe BapUaHTHI

OTHOIIIEHWIA OPraHMW3MOB), PeaKIUsl PAaCTUTEIBHOTO
opraHm3Ma Ha U3MEHEHUSI aOMOTHUYECKUX (DAKTOPOB
cpenpl U T.0. [1]. OnHUM M3 mepCcneKTUBHBIX MTOIX0-
JIOB K BBISICHEHU1O0 (DYHKIMOHAJIbHON 3HAYMMOCTU
BTOPMYHOI'O META00IM3Ma SIBJISIETCS €r0 U3ydYeHNe B
KYJIbTYp€E KJIETOK BBICIIMX PAaCTEHUI — YHUKAJIbHOM
OMoI0rNnYeCcKOlt cucTeMe, B KOTOPOil MHOTHUE OMOX1-
MUYECKME IIPOLIeCCh (BKI0Yasi 1 BTOPUYHEIN MeTa-
00/IM3M) pean3yIoTCs OTJIMYHBIM OT MHTAKTHBIX pacTe-
HUi1 06pa3oM [ 1, 2]. CorocraBieHrie 3aKOHOMEPHOCTEN
CHELMAIM3UPOBAHHOIO OOMEHA B PACTUTEIbHBIX KIIET-
Kax in vivo 1 in vitro TIpy 3HaHUM CIE(UKNA 1 YCIIOBUI
WX >KU3HEACSTETbHOCTU TMO3BOJISIET AejlaTb 0OOCHO-
BaHHEIC BBIBOABI O (PYHKIMOHAJIBHOI POJM 3TOTO
npoiiecca [1].
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B Hacrosiee BpeMst pUTOXUMUYECKOE U3YISHUE
KJIETOK pacTeHUM in vitro B OOJIBIIMHCTBE CJIy4aeB
OCYIIECTBJISIETCSl TIyTeM COTOCTaBIEHUS XpPOMAaToO-
rpapmueckux mmpoduiieii 3KCTPAaKTOB M3 OMOMACCHI
KyJBTYp KJIETOK C XpoMaTorpaMMaMu CTaHIapTHBIX
00pasloB XapaKTePHBIX IS KOHKPETHOTO pacTeHUS
BTOPUYHBIX META0OIUTOB (3Ty CTpaTeruio (huTOXHU-
MUYECKOTO M3Yy4YEeHHUSI KYJIbTYp KJIETOK pacTeHUM
YCJIOBHO MOXHO 0003HaUUTh KaK “KJIaCCUYECKYI0”)
[2]. Takoit Tomxom He O3BOJISIET OOHAPYKUTH BECh
CIIEKTp 00pa3yeMbIX B KyJIbTypax KJIETOK COEIMHE-
HUIi1, 4TO, MO-BUAUMOMY, JIEKUT B OCHOBE LIUPOKO
pacIopoCTpaHEeHHOT0 MHEHHS 00 OTpaHMYEHHOCTU
creuMaJu3rupoOBaHHOIO MeTab0JIM3Ma B KJIeTKax pac-
TeHuii in vitro [1—3]. B To ke Bpems, TIIaTeIbHOE X1~
MUYECKOE M3y4YeHHE KYIbTYp KIJIETOK pacTeHM C
MpUMEHEHHEM BCEro apceHaja (QUTOXMMUYECKUX
METONOB (pa3uYHbIe BApUAHTHI TOHKOCJIOMHO XpO-
MaTorpacdum, IperapaTuBHOE BbIACICHNE WHIWBHU-
JyaJlbHBbIX COEAUHEHUI 1 ONMCAaHUE UX CTPYKTYPHI C
IIOMOIIBIO crieKTpocKoruu SAMP u T.1.) cBUIeTeIb-
CTBYET O BOBMOXHOCTH 00pa30BaHUS B KyJIbTUBUPY-
eMBbIX KJIeTKaX pacTeHWil HexapaKTepHBIX W/WIn
“MUHOPHBIX” (BCTpevalolecs peako U B UcUe3aro-
IIIe MaJbIX KOJIWYECTBAX) /IS MHTAKTHBIX PacTCHUMA
MeTa0OJIMTOB, KOMMEpUECKIe CTaHIapTHBIE 00pa3-
LIl KOTOPBIX B TTOJABJISIIONIEM OOJILIIMHCTBE CIyyaeB
oTcyTCcTBYIOT [2, 4]. Takum oOpa3zoM, “Kiraccuye-
cKast” cTparerust UTOXMMHYECKOTO aHaJIn3a He BCe-
r7ia MpeaocTaBisieT KOPPEKTHbBIE CBENEHUsI O pa3HO-
00pa3uu BTOPUIHBIX METAa0OJIUTOB B KJIETKAX pacTe-
HU in vitro.

CoBpeMeHHBIII 3Tall pa3BUTHUS (PUTOXMMUU Xa-
paKkTepu3yeTcsl aKTUBHBIM MCHOJb30BAaHUEM IPU
OMNUCAHUU CTPYKTYPHOI'O pa3HOOOpa3usi BTOPUIHBIX
METa0O0JIMTOB B MHTAKTHBIX PACTEHMSX Pa3IUIHBIX
BUIOB XpOMaTO-Macc-cIieKTpoMeTpud [5]. B Hanbosee
YHUBEpPCAJIbHOM BapHaHTE 3TOT 3KCIIEpUMEHTAIbHbII
MOIX0I OCHOBAaH Ha COBMECTHOM NPUMEHEHMU KWJI-
KOCTHOI XpomaTtorpaduu (BbICOKO- WJIN YyIbTpadd-
dextuBHOIl — BOXKX mnu YOXKX cooTBeTCTBEHHO)
C KBaJIpyIOJbHOMN-BPEMSIIIPOJIETHOM MacC-CNeKTPO-
METPUEN MPU IJIEKTPOPACHBUIUTEIbHON MOHU3ALINN.
B aHMI0SA3BIYHONM JUTEepaType B3TOT SKCIECPUMEH-
TanbHBIN noaxon nMeHyercsa Kak LC-ESI-Q-TOF-
MS (liquid chromatography electrospray ionization
quadrupole time-of-flight mass spectrometry) [5].
I[Mpumenenune LC-ESI-Q-TOF-MS npu dutoxummde-
CKOM aHaJIM3€ MO3BOJIWJIO CYIIECTBEHHO PAaCLIUPUTH
MPEICTABICHUSI O CJIOKHOCTA XMMMYECKOTO COCTaBa
pacteHuii. B ogHOIT 13 MMOHEPCKUX pabOT 3TOro Ha-
npasjieHUs1 ObUTo nokazaHo, 4yTo LC-ESI-Q-TOF-MS
II03BOJISIET OOHAPYXUTh M CTPYKTYPHO OIIMCaTh B
pa3IMYHBIX 00pa3ax BUIOB xKeHbleHs (Panax spp.)
60s1ee 600 TPUTEPIIEHOBBIX TJIMKO3UI0B (TMH3E€HO3M-
IIOB) pa3HOIT CTPYKTYpHI [6]. [1pr 3TOM BO3MOXHa Ha-
JIe>KHasl CTPYKTypHasl MACHTU(DUKAILINS METaO0OUTOB,
colepxXaHue KOTOPBIX Hcue3arolie Maio — 1o 1074% or
CYXOM MaccChl PACTUTEIBHBIX OOpa3lioB, YTO OBLIO
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MOITBEPKICHO C ITOMOIIBIO “KJIaCCUYECKNX’ METO-
0B (PUTOXMMUU: NperapaTUBHOTO BBIACICHUS WH-
TUBUAYATbHBIX COCTMHEHWI U U3YYEHUS UX CTPYKTYPhI
C TIOMOIIBIO CIIEKTPOCKOITMM SIIEPHOIO MAarHUTHOTO
pe3onaHca (AMP) [6].

OnmHako ecliM IIpYU MCCIeAOBAaHUM WMHTAKTHBIX
pacTeHuil XpomaTo-Macc-CIIeKTpoMeTpusi (B TOM
yuciie 1 LC-ESI-Q-TOF-MS) B HacTos11iee BpeMs
SIBJISIETCS YK€ PYTUHHBIM METOJIOM, TO JIJIST (DUTOXM -
MUYECKOTO aHaIN3a KYJIbTUBUPYEMBIX il Vitro KJIETOK
pacTeHUl 3TOT 3KCIEPUMEHTAJIbHbIN MOAXOHd MC-
MoJb3yeTcsl JocTaTouyHo penko [7]. Ha ocHoBaHuu
M3JI0OXEHHOI'0 MOXHO IPEIIOJOXUTh, YTO UCHOIb-
30BaHUE XPOMATO-MAacCC-CIEKTPOMETPUM, TIPEXIE
Bcero LC-ESI-Q-TOF-MS, npn u3ydeHU" KyJIbTYp
KJIETOK PACTEHUIA TTO3BOJIUT MOJYYUTh OOJIee 0OBbEK-
TUBHYIO MH(OpMAIMIO 0 OMOXMMUYECKUX OCOOEH-
HOCTSIX 3TOM YHUKAJIbHOM OMOJIOTMYECKOI CUCTEMBI,
U II03TOMY ITOAO0OHEIE pabOThI UMEIOT HECOMHEHHOE
¢dyHIaMeHTaJbHOE 1 IPUKJIaJHOE 3HaUYCHNE.

Mannaparopa (Mandragora spp.) — poll TpaBsIHU-
CTBIX MHOTOJIETHUX pacTeHUi1 cemeiicTBa Solanaceae.
ABnsieTcsd nereHIapHbIM PacTEHUEM CPEIHEBEKOBOM
EBponsl, ynomuHaetcst B bubnuu. B HacTosiee Bpe-
M1 YCTaHOBJIEHO, YTO MHOTHE CBOMCTBA MaHIparopbl
00yCJIOBJIEHBI HAJTMUUEM TPOITAaHOBBIX aJTKAJTOUIOB —
ruocuMaMuHa, aTpolrHa, CKONojJaMuHa U psiaa apy-
rux [8—10].

DHAEeMUYHBIN BUJ TOPHBIX paiiOHOB IOro-3amnana
Typxmenun Mandragora turcomanica Mizgir. ObL1
onucaH B 1942 roay u sIBsieTCs, TTOXKaIyil, OMTHUM U3
HamboJjiee peNKUX JIEKAPCTBEHHBIX pacTeHuil [8].
IMpuponnas nonynsuust M. furcomanica HaCUUThIBA-
€T BCEro HeCKOJIbKO COTEH 3K3eMILISIPOB PACTEHUIA.
I1pu 3TOM 0COOEHHOCTH OMOJIOTUU 3TOT'O PACTEHUS
3aTPYAHSIOT UHTPOIYKIIMIO BUIA (HarpuMep, B ycCJio-
BUSIX OOTAHUYECKMX CaIoOB) WM/WIM TUIAHTALMOHHOE
BblpaiuBaHue [8—10]. Dtu obOCTOsSITENILCTBA Tpea-
OIPENENISIOT aKTYaJIbHOCTh PA0OT IO MOJYYEHUIO U TTO-
JIPOOHOMY M3YYEHUIO KYIbTYp KIeTOK M. turcomanica
in vitro.

B 1981 rony 8 UDP PAH P.I'. Byrenko n H.A. Ms1-
COEZI0BbIM U3 JIMCTAa MHTAaKTHOTO pacTeHust M. turco-
manica ObLJIa TIONYYeHa KYJIbTypa KJIETOK, KOTOpas
MOJIJIEPXKUBACTCS B pACTylIeM COCTOSIHUM METOI0M
repecesa Mo HACTOSIIIEe BpeMsl.

Llenpro HacTOsIIIEH pabOTHI OBLIO (PUTOXUMUIYE-
CKO€ M3YYE€HHUE C MOMOIbIO YJIbTpaddpdeKTUuBHOMN
KUJIKOCTHOM XxpomaTtorpacuu, COBMELIEHHON C
Macc-CMHeKTPOMETPpHEil BBICOKOTO paspellieHUsT TpU
MoHM3aLmMu a5eKTpopacibiieHrueM (YO2KX-UDP-MC,
onuH u3 BapuaHToB LC-ESI-Q-TOF-MS), 6uomacchl
CYCTIEH3UOHHOM KYJBTYphl KJIETOK M. turcomanica,
MOIIEePKNUBAEMOM B KYJIbTYpe in vitro 6onee 30 ner.
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O0bekT HcciaenoBanusa. B kauecTBe oObeKTa UC-
CJIEIOBAHMSI MCITOIb30BAIM TeTEPOTPOMHYIO CYCIICH3M -
OHHYIO KYJIbTYPY KJIETOK MaHApParopbl TYPKMEHCKOM
(Mandragora turcomanica Mizgir.), KoTopas roaaep-
KMBaeTCsI B aKTUBHO pacTylleM cocTtossHuu ¢ 1981 1. Bo
Bcepoccniickoit KOIEKIMU KYJIBTYP KJIETOK BBIC-
mux pacreHuiit UOP PAH nox Ne 31 [11].

YcioBusA BbIPAIIMBAHUA KYJIbTYpPbI KiIeTOK. Kyiib-
TYpY KJeToK M. turcomanica BuIpaliMBain (B COOT-
BETCTBUU C KOJUIEKIIMOHHBIM MAclOPTOM) Ha MOAM-
GULIMPOBaAaHHON MUTATEIHLHON Cpelie C MUHEPATbHOM
ocHoBoi1 o Mypacure-Ckyry [12] ¢ mobaBiieHruEeM
roKo3bl (4%), Tnamuna (1 mr/m), o-HYK (3 mr/mn)
u BAII (0.5 mr/n) [13]. KyabTuBUpoBaHuUe MPOBOAN-
1 B TeMHOTe, Tipu 26°C, Ha Kavainke (90 06./MUH), B
KoJ10ax 00beMoM 250 MJI ¢ YKYTIOPKOM IBOMHBIM CIIOEM
aJlIOMUHNEBOM (DOJIbTM U cloeM odCceTHOI Gymaru
(30—40 M cycrien3un B Kouioe). LIk cyOKyIbTUBI-
pOBaHUS COCTaBJISI ABE Heneau. it XMuMUUeCKOro
aHajiM3a MCMoib30BaJiu 6uomaccy Ha 10 cyT mocie
nepeceBa (3KCIIOHEHIINAIbHAS (pa3a pocTa KyJIbTYphI).

IToaroroska npo6 musa YO2KX-UDP-MC anamsa.
Hagecky BO3ayIIIHO-CYXOTO paCTUTEJILHOIO MaTepu-
ana (31 mMr) skcTparupoaiu 3 paza 1mo 1 ma 70% (1o
00beMy) BOMHOIO 3TWJIOBOIO CHUPTA B TEYECHUE
30 MuHYT TIOH AekcTBHMEM yibTpa3Byka (Y3B-12,
Candup, Poccus), nocie yero neHTpUdyTrupoBaiu
npu 10000 06./MuH B TedueHue 10 munyTt (Mukpo-
neHtpudyra MLI®, Poccust) 1 orOupanm cynepHaTaHT
B IPYLIEBUIHYIO KOJIOYy. O0beIUHEHHBIE CTUPTOBBIC
9KCTPaKThI YIIapUBaJIU 110 BaAKyyMoM (IIpU TeMIIepa-
Type 55°C). [1onydeHHBIii 93KCTPaKT CyCIIeHANPOBAI B
1 MJI AMCTUJLIMPOBAaHHOM BOABI U HAHOCWJIM Ha mMa-
TpOH mIs1 TBepoodaszHoil 3KcTpakuum Supelclean
ENVI-18 (Supelco, CIIIA). I1atpoH mmpoMbIBaaIu 3 MJI
JUCTULIMPOBAHHOU BOJBI, aHAJIUTBI CMBIBAIA 3 MJI
sTaHoja. [TomyyeHHBII pacTBOp yHapuBajM IO Ba-
KyymoMm nipu 55°C. Ilepen aHaIM30M SKCTPAKThI pac-
TBOpsLIU B 1 M1 cMecu aueToHuTpui-soaa (1 : 1, mo
o0BeEMY).

VOXKX-UBP-MC. AHaiu3 NMpoBOAWJIM Ha XpO-
marorpacge Waters Acquity UPLC (Waters, CIIIA),
OCHAIIIECHHOM THOPUAHBIM KBaJIpPYIOJbHBIM BpPEMSi-
npoJieTHeIM Macc-criekrpomerpoM XEVO QTOF (Wa-
ters, CIIIA). ITpoOy B o0beMe 1 MK HAHOCHMJIM Ha KO-
noHKy ACQUITY UPLC BEH Phenyl (50 X 2.1 MM,
1.7 mxm; Waters, Upnannus). TemrepaTypa KOJIOH-
k1 coctaBiasuia 40°C, oO6beMHass CKOPOCTb ITOTOKA
nonBrkHoM dasbl — 0.4 mia/MuH. B KadecTBe mo-
IBVKHOM (asbl ucronb3oBanu 0.1% (1o obbemy)
pacTBOp MYpaBbUHOI KMCJIOTBI B BOJe (pacTBOpU-
tenb A) 1 0.1% (o o6beMy) pacTBOp MypaBbUHOI
KUCJIOTHI B alleToHuTpuiIe (pactBopureib b). Xpoma-
Torpaguueckoe pasziesieHue MNPOBOAMIM B PEXUME
rpagveHTHOro 3JIupoBaHusl. B mpoiecce aHanusa
COCTaB TMOJABUKHOM (ha3bl MEHSJICS CIEAYIOIIUM 00-
pasom (b, % no oobemy): 0—1 muH — 15%, 1—5 MmuH —

or 15 go 30%, 5 — 15 mun — ot 30 no 38%, 15 —
15.5 muH — ot 38 10 45%, 15.5 — 23 MuH — 45%, 23 —
23.5 MuH — ot 45 1o 95%. AHanu3 OCyIIECTBIISIIN B
peXuMe TeTeKTUPOBAHUS IOJOXUTEIbHBIX U OTPU-
LaTeJIbHbIX MOHOB (auarnazoH m/zZ 100—2000). ITapa-
METPbl UICTOYHUKA MOHU3ALIMU: TeMIIepaTypa UCTOY-
HuKa nonmzauuu 120°C, TeMmriiepaTypa aecoIbBallui
250°C, HanpsikeHue Ha Kamwuisipe 3.0 kB, Hanpsi-
JKeHMe Ha KoHyce BBoaa nmpoonl 30 B, ckopocTh momaun
azora (JecoibBallMOHHBIN Ta3) 600 j1/gac. O6paboOTKy
MOJYyYE€HHbBIX PE3YJIbTATOB IPOU3BOIUIIU C TIOMOIIBIO
nmporpammbl MassLynx (Waters, CILIA).

PE3VJIBTATHI

Ha nepBom 3Tare paboThl ObLT ITpoBeneH Y D2KX-
OP-MC aHamm3 cnMpTOBOrO 3KCTpaKTa M3 OMOMACCHI
CYCIIEH3UOHHOU KYJIbTYpbl KJIETOK M. turcomanica B
peXuMe IeTeKTUPOBAHUS ITOJIOXKUTEIbHO-3apsKEeH-
HBIX MOHOB. BBIOOp 3TOTO pexkmma oO0yCIOBIEH TEM
¢akToM, 4YTO MPY MOHU3ALIMHU DJIEKTPOPACTIbUIEHUEM
TUUTST TIOJIOXKUTETbHO-3apsSKEHHBIX MOHOB (TIpeXX/Ie Bce-
ro, MPOTOHUPOBaHHBIX MoJieKy1 ([M + H]™) MHornx
MPUPOIHBIX COeNMHEHU T HabMoaaeTcsl hparmMeHTa-
1us (c oOpa3oBaHMEM XapaKTepUCTUUECKUX OCKOJIOU-
HBbIX MOHOB) yXX€ B MCTOYHUKE MoHu3aumu [14, 15].
AHanu3 MoJy4eHHbIX TaKUM 00pa3oM Macc-CIIeKTPOB
MO3BOJISIET MPOBECTU TOCTATOYHO OBICTPYIO MEPBUY-
HYIO CTPYKTYPHYIO UACHTU(UKAIIMIO COeMTMHEHN 0e3
OCYILIECTBJIEHUS] JOTIOJTHUTEIbHBIX TAHAEMHBIX Macc-
CITEKTPOMETPUUIECKHMX dKCcIIepuMeHTOB [15]. JIasg xpo-
MaTorparMyecKoro pasaejieHUsI MCITOJb30BaInd Tpa-
JUEHTHYIO TIporpaMMy 3JIOMPOBaHUsI, pa3paboTaH-
HYIO paHee Ul aHaiu3a MPUPOAHBIX COENUHEHUN
IIMPOKOIro MMara3oHa IOJISIPHOCTU Ha XpoMaTorpa-
¢uueckux KoJoHKax ¢ obpalleHHoi da3zoit [15].

IMonygennas VYODXX-OP-MC xpomarorpamma
(MMOTHBIM MOHHBIN TOK) MpeACcTaBIeHa Ha PUCYHKeE 1.
B o06111eit cJT0OXHOCTH B 9KCTpaKTe U3 OMOMACCHI CyC-
MIEH3UMOHHOM KYJIbTYpPHI KIeTOK M. turcomanica ObLIO
obHapyxeHo 9 xpomaTorpadryecKux MUKOB COCIU -
HEeHUI1 (2JIOUPYIOTCS ¢ XpoMaTorpadruecKoil Ko-
JoHKM B ripenenax 0.5—4.0 MuH), KOTOpbIE B IIOPSI-
K€ YBEJIMUECHUSI BpEMEHM yIep>XKUBaHUS Ha XpoMa-
Torpa4ecKoil KOJIOHKE ObUIM 0003HAYEHBI
HOMepamm ot [ 1o 9.

11 CTpYKTYpHOM MIeHTUhUKALIMK OOHAPYKEHHBIX
COEIMHEHMI MCITOJIb30BaIN CJIEYIOIyI0 MH(popMa-
L1I0: paciin(poBKa pe3yIbTaTOB MaCC-CIIEKTPOMET-
puu (¢pparMeHTallMM MPOTOHUPOBAHHBIX MOJIEKYJI
COCNMHEHMII B MCTOYHUKE MOHMU3AIMN), OIpeaesie-
Hue (Ha OCHOBAaHMHU CPaBHEHMS paCYETHOTO 1 9KCIIe-
PUMEHTAILHO-U3MEPEHHOr0 3HAYEHU TOYHOI MO-
HOM30TOIHOM MOJIEKYJISIPHOM MAacChl) SJIEMEHTAPHOTO
cocTaBa coequHeHu [16] u cpaBHEHME MacC-CIIEKTPO-
METPUYECKOTO U OTHOCUTEIBHOTO XpomaTorpagpuye-
CKOTI'0 MOBEACHMS COETUHEHNI C JaHHBIMU JINTEPATyPhI
[17—22]. JaHHBIE MacC-CIIEKTPOB M Pe3yIbTaThl NACH-
®UBNOJIOTUS PACTEHUN Ne 5

TOM 68 2021



XPOMATO-MACC-CITEKTPOMETPUYECKAA NUAEHTUOUKALIMA TTIMKO3MI0B

TUdUKALMU OOHAPYKEHHBIX COeIUHEHUI NTPEICTaB-
JIeHBI B Ta0JI. 1.

OO0t aHaJIM3 MacC-CIIEKTPOB MOJIOXUTEIBHBIX
WOHOB OOHApPYKEHHBIX COeAUHEHMH (TadJ1. 1) mo3Bo-
JISIET TIPEAIIOJI0XHUTh, YTO BCE OHM OTHOCSITCS K TPYIIIE
aMUIOB TUIPOKCUKOPUYHBIX KUcIOT [17]. Ha ocHo-
BaHUM CTPYKTYPHBIX OCOOEHHOCTEN 3TU METaA0OI1-
Thl MOXHO pa3AcjnTh Ha YeThIpe T'PYMIIbl: MeTa0o-
JUTHl [—3 — TIpOM3BOAHBIC ann(paTUIECKOTO IUa-
MUHA MOyTpeclMWHa, alWJIUpPOBaHHBIE OCTaTKaMU
TUIPOKCUKOPUIHBIX KHMCJIOT; MeTaboIuT 9 — aMun
¢epysI0BOii KUCIOThI C apOMaTUUYeCKMM MOHOaMU-
HOM THUpPaMMHOM; MeTabOJUTBl 5—& — TIeKCO3UIbI
aMHA0B (pepyI0BOIi KUCIOTHI C THPAMUHOM (MeTabo0-
JIUTBl 5—7) U METOKCUTUPAMMUHOM (MeTaboauT §);
MeTaboauT 4 — rekco3ua amuaa hepyaoBoit KUCIOTHI
C apoMaTUYeCKUM MOHOAMMHOM OKTOIIAMHHOM (CO-
JIePKUT TMAPOKCWILHYIO IPYIIIY B aldaTHIeCcKOM ya-
CTU MOHOaMUHa). 111 Macc-CNeKTPOB MOJIOKUTEb-
HBIX MOHOB KaXXIOM M3 3TUX IPYIN COSONHEHUIA OT-
MEYaroTCs oIpeieIeHHbIe OCOOEHHOCTH.

B Macc-criekTpax mojioXXUTeIbHBIX MOHOB MeTa-
0011TOB /—3 NMPUCYTCTBYIOT TPU MHTEHCUBHBIX CUT-
Hajia: MOH IIPOTOHUPOBAHHOM MoJiekynel [M + H]*
(crpaBeNIMBOCTD UIEHTU(MUKALIUM 3TOT0 MOHA I10/I-
TBep:KIaeTCs HaIuuueM noHa agaykra [M + Nal*) u
JIBa OCKOJIOYHBIX MOHA, 00pa3yIOIIMXCs B pe3yJIbTaTe
HelTpaibHoM notepu 17 Jla (oTiierieHre KOH1IeBOM
amuHorpymisl (B Buge NH;, mon [M + H — 17]%)
ocTtaTka nyrpecuuHa) u 88 a (oTLIenjgeHue 1IeJ0ro
ocrartka mmyrpecuuna, C,H,N,, non [M + H — 88]").
Xapakrepucruuyeckuii uod [M + H — 88]* coorser-
CTBYET OCTATKy T'MAPOKCUKOPUYHOMN KUCJIOThI, allu-
Jiupymoleii ofHy U3 aMUHOTPYII MyTpecluHa: IS
COeIVMHEHMM I 1 2 3TOT MOH UMeeT 3HaueHue m,/7 163
(xapakTepuCTUYECKUIT MOH OcTaTKa KO(elHOH Kuciao-

b1, CoH,03 ); st coenunenus 3 — m/z 177 (xapakre-
PUCTUYECKHMIT MOH ocTaTka (pepysioBOM KHMCIOTHI,

C10H90;). Takum o6pasom, MmetaboauThl 1, 21 3, 110
BCeii BUIMMOCTH, UMEIOT CTPYKTYpy ITyTpecliMHa,
alMJIMPOBAHHOIO OCTaTKaMU KodeiHoi (MeTabo-
mutel 1 1 2) u ¢pepynoBoii (MeTaboauT 3) KUCIOT.
OmnucaHHble 3aKOHOMEPHOCTH (hparMeHTalliu B MC-
ToyHuKe noHuszauuu [M + H]|" naHHbIX coenrHeHuni
BITOJTHE COTJIACYIOTCS C JAHHBIMU JIMTepaTypsl [ 17, 21].

B Macc-criekTpe coennmHeHUsT 9 MpUCYTCTBYIOT JBa
UHTEHCUBHBIX curHaina: [M + H]' u ockosouHblit
XapaKTepucTUIeckuit noH (m/z 177), COOTBETCTBYIO-
LU OCcTaTKy (pepysioBoii KucioThl. PazHulia Mexmy
3HAYEHUSIMU M/7 TUX MUOHOB COOTBETCTBYET HEM-
TpaJIbHOU MOTEepe ocTaTKa TMpaMUuHa (HeHTpajbHas
noteps 137 Ha, CgH,;;NO) [17, 18, 22]. Ha ocHoBa-
HUU 9TUX PE3YyJIbTATOB coenuHeHue 9 uaeHTUuUIIM-
poBaHO Kak amu (hepyJIOBOI KUCIOThHI U TUpAaMUHA.

®dparMeHTalMsI B UCTOYHUKE MOHU3ALIUU ITIPOTO-
HUPOBaHHBIX Mosekyl [M + H]' coennHenuit 5—§
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Puc. 1. YO2KX 9P MC xpomaTorpaMmma (3amnucaHa B pe-
>KMMe€ TIOJIHOTO MOHHOTO TOKa MPU PEerucTpauuu moJio-
JKUTEJIbHBIX MOHOB) 3KCTpaKTa U3 OMOMACChl CYyCHEH3M-
OHHOM KyJIBbTYpbl KJIeTOK M. turcomanica (muHus 31,
10 cyt BeipainBanust). Homepa /—9 — nuku uneHtTudu-
LIMPOBAaHHBIX coenrHeHuit (Tabi. 1 u 2).

COMpPOBOXIaeTcss 00pa3oBaHUEM CEPUU OCKOJOYHBIX
MOHOB, COOTBETCTBYIOLIUX MOCIEI0BATEIbHOMY OT-
LIETIJIEHUIO OJHOTO WJIM ABYX OCTaTKOB NEeTUIPATH-
pOBaHHOIT reKco3bl (HelTpaiabHast TmoTeps 162 [la,
C¢H ;05). B Macc-cnekTpax nojaoXUTEIbHbIX MOHOB
COCIMHEHNI 5—& MPUCYTCTBYET XapaKTepUCTIECKIIN
WOH ¢ m/z 177. AHanmm3 3aKOHOMepHOCTeil hparMeH-
TallMM 3TUX META0OJUTOB TAaKXKE MO3BOJISIET 3aKJIIOUUTb,
YTO B KayecTBe “aMUHO-KOMIIOHEHTHI” Y COeIUHEe-
HUI 5— 7 BBICTYIIAaeT TUpaMUH (HEUTpalbHAs OTEPS
137 1a), ay coenuHeHUs § — METOKCUTUPaMUH (Heli-
TpanbHas otepst 167 a, CoH ;NO,). Takum obpazom,
Ha OCHOBaHWU W3JI0XEHHBIX PE3YJIbTATOB MOXHO
MPEATONOXUTb, YTO COEAMHEHUSI S—& COOTBETCTBYIOT
mMKo3uaaM (TouyHee — TeKco3uaaMm) aMuaoB ¢epy-
JIOBOI1 KMCJIOTHI C TUPAMUHOM,/METOKCUTUPAMUHOM.
Ha ocHoBaHMM HaHHBIX TOJIBKO MacC-CIEKTPOMETPUU
HEBO3MOXHO YCTAaHOBUTH, KAKMM B TOYHOCTH MOHO-
caxapuiiaM COOTBETCTBYIOT OCTaTKM I'eKC03, 0OHapy-
JKEHHBIX B cOCTaBe coenuHeHuit 5—§& [17, 22]. V pac-
TeHUI BCTpeyaloTcs reKCo3uanl hepylonaTupaMmuHa
C TJIIOKOIUPAHO30I, rajJakTONMpaHO30i WU aJljlo-
nmpaHo3oii [17, 20, 22, 23]. Kpome Toro, Ha OCHOBaHUU
TMOJTyYEHHbBIX MacC-CIeKTPOB HEJIb3s1 AEJIaTh BHIBOIBI O
MO3ULIMY TJIMKO3WINPOBAHUSI — TUIPOKCUIIbHAS TPYII-
na TUAPOKCUKOPUYHON KMCIOTHI UJIM MOHOaMUHa (Y
pacTeHUil BCTpevyaloTcsl 06a BaprMaHTa IIpUCOeIUHEe-
HUS YTJIEBOAHBIX LIETTOYEK K MOJIEKYJ1aM (heHUIITUI-
amMua0B PepysIoBoit KUcIoThI) [17, 24, 25]. OcraeTcs
TakxXXe HepellleHHbIM BOITPOC O KOH(MUTYpaLIUU TBOM -
HOI CBS3M (B MPUPOJIE BCTPEUYAIOTCS KaK LIUC-, TaK U
TpaHC-M30MEpPHI) ocTaTKa (pepynoBoil KUCIOTHI [17,
24]. 11 yTOUHEHUS 3TUX DJIEMEHTOB CTPYKTYPbI CO-
eIUHEHU 5—& TpeOyIoTCsI NOTIOJTHUTEIbHBIE UCCIIe-
JIOBaHUS.

OCOOEHHOCTBIO MAacC-CIIEKTPa IMOJOXUTEIBHBIX
WOHOB coeTnHeHUs 4 (IT0 CpaBHEHUIO C MacC-CHeK-
TpaMU COeIUHEHUI 5—&) SIBJIsIeTCs HaJIu4ne MHTCH-
CHMBHOTO MOHa — IMpoAYKTa OTIICIIVICHMS OCTaTKa BO-
Ibl (HelTpanbHas moteps 18 Jla) HemocpeacTBEHHO
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Tab6auua 2. Pesynbratel YOXKX 9P MC ananuza (perucrtpaliusi OTpUlaTeIbHBIX MOHOB) 3KCTpaKTa U3 OGMOMacchl Cyc-
MEH3MOHHOI KyJIbTYpbl KJIETOK M. turcomanica (iuHus 31, 10 cyT BeIpalliuBaHUSI B KOJI0aX)

Homep R,
nuka* MUH**

Macc-cnexTpsl, m/z7***

[M—H]~

Jlpyrue noHbI

Pe3ynbTaThl uaeHTUGUKALII****

1 0.68

249.12

499.25 [2M — H]~

N-kodeonn-mmyTpecna

0.72

249.12

499.26 [2M — H]~

N30-N-kodeomn-nmyTpecuH

1.04

263.16

N-depynoun-nyrpecunH

4 1.48

490.16

981.34 [2M — H|~
328.12[M — H — 162]~

N-depynoun-okronamuH-Hex

5 1.60

636.21

1273.46 [2M — H]~
1319.47 [2M — H + HCOOH]~
47416 [M — H — 162]~

N-depynoun-tupamun-Hex-Hex

1424.53 [3M — H]™
949.34 [2M — H]~

6 2.20 474.17

995.37 [2M — H + HCOOH]~
31212 [M — H — 162]~

520.18 [M — H + HCOOH]~
542.16 [M — H + HCOONa]~
537.16 [M — H + HCOONH,]"

N-depymonn-tupamuH-Hex

949.34 [2M — H]~

7 2.29 474.17

312.12[M — H — 162]~
542.16 [M — H + HCOONa]~
537.17 [M — H + HCOONH, |~

MN30-N-depynonn-tupamuH-Hex

1009.38 [2M — H]~

§ 2.36 504.18

342.13[M — H — 162]~
572.17 [M — H + HCOONa]~
567.19 [M — H + HCOONH,]~

N-depynonn-metokcutupamuH-Hex

625.25[2M — H|~

9 3.43 312.12

380.11 [M — H + HCOONa]|~

N-depymona-TupaMuH

TTpumMeuaHue: * HyMepalusi TMKOB COOTBETCTBYET TAKOBOM B TabJ1. 1; **BpeMsl ynepKuBaHUsI Ha XpoMaTorpachriecKoii KOJIOHKE, MUH;
*** TaHHBIC MAacC-CIEKTPOB (yKa3aHbl 3HAYEHUS m,/Z 1JIsi 0OHAPY>KEHHBIX MOHOB); ****¥0CcTaTKM TMIAPOKCUKOPUYHBIX KMCIOT, BXOISI-
e B COCTaB OOHAPYKEHHBIX COeAMHEHUI, MOTYT UMETh KakK LIMC-, TaK ¥ TPAaHC-KOHMHUTYPAINIO IBOWHON CBI3M B OOKOBOIA LIETIH.

O603HaueHus: Hex — 0CcTaTOK TeKCO3HhI.

OT IIPOTOHUPOBAaHHOM MoJekyJbl [M + H]*. B macc-
CMEKTpe TakKXke MPUCYTCTBYIOT OCKOJIOYHBIE MOHBI,
oOpasyrolecss B pe3yJbTaTe HEeUTpalbHOW MOoTepu
OCTaTKa reKCo3bl U XapaKTepUCTUIECKU MOH ¢ m/Z 177.
B COBOKYITHOCTM U3JIOXKEHHBIE PE3YIbTaThl TO3BOJISI -
IOT MPEATnoa0XUThb, UYTO COeTMHEHNE 4 COOTBETCTBY-
eT rekco3uay amuga GepyaoBoil KMCIOTbl C MOHO-
aMUHOM OKTOTIAMUHOM (COAEPXKUT TMAPOKCUIIbHYIO
rpynmy B aiu¢aruyeckoil yacTu MOJIEKYJbl MOHO-
aMrHa; HaJIMuue IBYX HEWTpalbHbIX moTephb 18 Jla u
135 da (H,O u CgHoNO cootsercTBeHHO)) [18].

CnpaBeaIMBOCTb IIPOBEASHHON MHTEpIpEeTalluN
MAacC-CIEeKTPOB IOJOXUTEIbHBIX NOHOB COEIUHE-
Huil [—9 monTrBepxaaeTrcs pesyiabraTamu Y OD2KX-
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OP-MC aHanmm3a cIMpTOBOrO 9KCTpaKTa M3 OMOMACCHI
CYCTIEH3MOHHOM KYJIBTYPHI KIeTOK M. turcomanica B
peXuMe AeTeKTUPOBAHUSI OTPULIATEIbHO-3aPSKEHHBIX
HMOHOB (Ta61. 2).

OBCYXIEHUE

WneatnduinmpoBanHple B OMOMacce CyCHeH3U-
OHHOI1 KyIbTypbl KIeTOK M. furcomanica aMuabl Tl -
POKCUKOPUYHBIX KUCIIOT C ITyTPECLIMHOM (KOMIIO-
HeHTBI /—23) MOBOJIBHO IIMPOKO PaCIIpPOCTPAHEHBI Y
pacTeHuiI M B HacToslIee BpeMsl pacCMaTpUBalOTCs
KakK 3aracHble (hOPMBI, YJACTBYIOIINE B PETYISLIAN
romMeocTasa 3TOro IMaMWHA B pACTUTEIbHBIX KJIETKaX
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[26, 27]. DepymonnTupaMuH (KOMITOHEHT 9) OTHO-
CUTCSI K HEOOJBIIION TIPYMIIe IIMPOKO PacIpocTpa-
HEHHBIX y pacTeHUi (PEeHWIATUIAMHUAOB TUIPOKCH-
KOPUYHBIX KUCJIOT — UHAYITUOEIbHBIX METaOOJUTOB,
YYaCTBYIOIIIUX B OMOXMMUUYECKUX PEaKIUsIX pacTe-
HUII Ha Bo3meiicTBue cTpecc-(akKTOpOB Pas3IMIHOMN
OPUPOIEI, a TAKXKE IIPEAIIeCTBEHHUKOB OOIIIMPHOIO
KJ1acca JMrHaHaMuaoB [26]. B To xe BpeMs1, oGHapy-
KEHHbIE B KYJIbTUBUPYEMBIX in Vitro Kiietkax M. tur-
comanica TIUKO3UIbI (DeHWIITUIAMUIOB (DepyIoBOM
KUCJIOTBI (KOMITIOHEHTHI 4 — &§; pUC. 2) OTHOCSITCS K Of-
HOM M3 CaMbIX PEIKUX IPYII BTOPUIHBIX METaOO0 -
TOB pacTeHuii. JeicTBUTEIbHO, eClI 3aKOHOMEPHO-
CTU pacIIpocTpaHeHUsI U OMocuHTe3a (heHWIITUIaMU-
JIOB TMIPOKCUKOPUYHBIX KUCJIOT U3yYEHbI JOCTATOUHO
HOoApOOHO W C 3aBUAHONM 4acTOTO 00O0OIIAIOTCS B
0030pHBIX CTaThIX [26, 27], TO CTPYKTYPHOE pa3zHO-
o0Opa3ue ux KOHBIOTAaTOB C OCTaTKaMU CaxapoB U3Y-
YyeHO 3HauyMTeJIbHO XyxXe. B Hacrosiee Bpems U3
pacTeHMil BbIACIeHO OKoJo 10 MOHOIreKCO3uaoB
(TJTIOKO3UIOB, FAJIAKTO3UIOB U AJIJIO3UI0B) (DeHUIITH -
JIAMUZIOB TUIPOKCUKOPUYHBIX KMCJIOT, a IJIsT TUTEeKCO-
3UI0B 3TUX COSAMHEHMI (IT0OO0OHBII META0OJIUT UAEH-
TU(PUIIMPOBaH B HACTOAIIECH padoTe (coeanHEHUe J))
oIMcaHa JIMIIb eIUHCTBEHHasI cTpykTypa [20, 23—25,
28]. I'muko3unbl (GeHUIITWIAMUIOB THIPOKCUKO-
PWYHBIX KUCJIOT PacIpPOCTpaHEHHBI B PaCTUTEIILHOM
MUpE cIiopagudeckn (3aMKCUPOBAHO MX IIPUCYT-
CTBUE B IPEICTaBUTENSIX ceMeiicTB Amaranthaceae/

Chenopodiaceae, Aristolochiaceae, Menispermaceae,
Papaveraceae, Ranunculaceae u Solanaceae) m Ha-
KarjuBamTCsl B PACTUTEJbHBIX TKAHSIX B CJIETOBBIX
KoJImyecTBax (comaepxkKaHNUEe 3TUX METa0OJIUTOB B JIM-
CTbsIX, CTEOJISIX, KOPHSIX M KOPHEBUIIIAX pacTeHUM
peako mpessbiaet 0.0008% ot cyxoit maccer) [20,
23-25, 28, 29]. Umeroiuecs B auTepaType JaHHbIE
MO3BOJISTIOT BBIABMHYTH IPEANOI0KEHNE O 3allaCHOM
1/WIY TPaHCTIOPTHOM (DYHKIIMU TIMKO3UI0B (DeH M-
STUWJIAMUIOB TUAPOKCUKOPUYHEIX KMCIIOT B KJIETKaX
pactenumii [29, 30].

CrenyeT NOOUEepKHYTh, YTO BCE OMMCAHHBIC B Ha-
CTOSIIIEeH padboTe coemMHEeHNsI OOHAPYKEeHBI JIJIST BUIA
M. turcomanica BniepBble, OTHAKO I UX OoJiee TOU-
HOM CTPYKTYpHOII MAeHTU(MUKALNU TPeOYIOTCI 0-
MOJHUTEIbHbBIE UCCIIEIOBAHMSI.

BaxHo, 4TO B pe3ynbTate NpoBeIeHHOIO aHaIM3a
HE yIaJloch OOHApPYXMTh B OMOMAacce CyCITeH3MOH-
HOI KyJBTYpbI KJIETOK M. turcomanica XxapakKTepHBIX
Ut pacTeHuit pona Mandragora spp. (M MHOTHIX APYTHX
npelIcTaBUTENIe ceMelicTBa Solanaceae) BTOPUIHBIX
MeTaboJIMTOB — TPOTAHOBBIX aJKaJOUAOB, KyMapu-
HOB 1/1nu BUuTaHoauaos [10].

Takum o6pa3oM, B HACTOsIIE padOTe BIIEPBbLIE
MPOBEAEHO MOAPOOHOE XPOMATO-MACC-CITEKTPOMETPU-
YyecKoe M3ydeHre BTOPUUHBIX MeTabOJIMTOB B OroMacce
CYCIIEH3UOHHOM KYJIBTYpbl KJIETOK M. furcomanica. I1lpu
5TOM MAEHTU(MHULIMPOBAHBI KaK IIMPOKO PaCIpoCTpa-
HEHHBbIE Yy pacTeHUI coeAMHEeHUST (aMUIbl THIPOKCU-
®UBNOJIOTUS PACTEHUN Ne 5
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XPOMATO-MACC-CITEKTPOMETPUYECKAA NUAEHTUOUKALIMA TTIMKO3MI0B

KOPUYHBIX KUCJIOT C MyTPECLIMHOM U (epyIoniITupa-
MMH), TaK M BeCbMa PeIKUe META0OJIUThI (TIMKO3UIbI
GEeHWISTUIAMUAOB TUAPOKCUKOPUUYHBIX KHUCIOT).
BaxxHo, 4TO 3HAYUTENIBHOE CTPYKTYpHOE pa3HOObpasue
JIMKO3WJIMPOBAHHbBIX (PEHWJIITUIIAMUIOB TMIPOKCH -
KOPUYHBIX KMCJIOT OOHapyXeHO B OrioMacce CyCIeH-
3MOHHOM KYJBbTYPbI KJETOK M. furcomanica, KoTopas
MOJJIEP>KUBAETCS B aKTUBHO PACTYIIEM COCTOSIHUM
6osee 30 et [11]. DTOT pe3yabTaT CBUAETEIBCTBYET O
COXpPaHEHUU B JJIUTEIBHO KYJbTUBUPYEMBIX in Vitro
KJIETKaX pacTeHUIl CITOCOOHOCTM K 0Opa30BaHUIO
BeCbMa CJIOKHOTO Habopa BTOPUYHBIX METAOOIUTOB
W TIPOTUBOPEYNT CIOKUBIIMMCS IPEACTaBICHUSIM [3]
O 3aKOHOMEPHOCTSX CIEeUATU3UPOBAHHOIO METa-
00/11M3Ma B KyJIbTYpax pacTUTEbHBIX KJIETOK.

Pabora mo aHammM3y OMOXMMHWYECKOTO COCTaBa
KyJIbTYpbl KJIETOK BBITIOJIHEHA MpU (UHAHCOBOI
noaaepxke rpanta Poccuiickoro ¢oHna pyHmamMeH-
TaJIbHBIX UcclienoBaHuit 18-54-06021 A3_a.

PaGoThl 1O BbIpalIMBAaHUIO KYJIBTYPbl KJIETOK
TMIPOBOIMIIM C MUCITOJIb30BaHEM obopyrmoBaHus “Ha-
YYHO-TIPOM3BOACTBEHHOIO0 KOMILJIEKCa Ha OCHOBE
pa3pabotku npupoaocodeperaroiieit Hi-Tech 6uorex-
HOJIOTUM TIOAYYEHMSI BBICOKOKAYECTBEHHOTO CHIPhS
¢dapMalieBTUYECKOTO U IUILIEBOI0 HA3HAYEHUSI C UC-
MOJIb30BAHUEM KYJIbTUBUPYEMBIX KJIETOK M OPraHOB
BBICIIINX PAaCTeHUI MJIM MUKPOBOAOPOCIIEii”, BKIIIO-
yass oOopynoBaHWE€ YHUKaJIbHBIX HAYYHBIX YCTaHO-
BOK “Bcepoccuiickasi KOJUIEKILUsI KYJbTYp KJIETOK
BBICIIMX pacTeHnit” n “ONBITHBIN OMOTEXHOJIOTHUYE -
cKuii KoMiuieke” MHCTuTyTa (GU3MOI0TUN pacTeHU M
M. K.A. TumupsizeBa Poccuiickoii akagemMuu HayK
(YHY OBK U®P PAH u YHY BPKKK BP U®P
PAH) npu ¢duHaHcoBoit mommep:kke MerarpaHrta
IMpaBurensctBa Poccuiickoit ®Penepauuu (Corna-
meHue Ne 075-15-2019-1882).

ABTOpBI 3a9IBJISIIOT 00 OTCYTCTBUM KOH(PJIMKTa
nHTepecoB. HacTosmas ctaThst HE COOEepXUT KaKUX-
MO0 MCCIIeNOBAHWI ¢ y9aCTUEM JIIOACH M SKUBOTHBIX
B KayeCTBEe OOBEKTOB.
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HccnenoBaHa BO3MOXHOCTD IIPUMEHEHMS (DIIyOPOXPOMHOTO Kpacures ¢iryopecienHa quaierara (FDA)
B KOMOMHAIIUM C IPOTOYHOI LIMTOMETpUeit 1 KoaddulimeHTa nepeMeHHoU diryopeclieHIMU XJIopoduia
a Tl OLIEHKY (byHKIIMOHAJIBHOTO COCTOSTHUS KJIETOK MUKPOBOIOPOCIICH B YCIOBUSIX HAKOTTUTETBHOTO PO-
cTa KyJbTyp U MPU BapuabeIbHOCTY CBETa U TeMIIepaTyphbl OT ONTUMAJIbHBIX 10 9KCTPEMaIbHbIX YPOBHEIA.
ITokazano, uyro BenmurHa diryopecueHnu FDA sBisiercst 6oee KOHCepBaTUBHBIM ITapaMeTPOM IO CpaB-
HEHUIO C OTHOCUTEIbHOM MepeMeHHol diryopeciieHIIMel xaopoduiuia a, ee 3aMeTHbIe U3MEHEHUsI CBSI3aHbI
¢ HeoOpaTuMoOii ToTepeit GYHKIIMOHATLHOM aKTUBHOCTH KJIETOK BOIOPOCIIE I UX TUOEITBIO, YTO MTO3BOJIS-
€T MCIOJIb30BaTh JaHHBII MOKa3aTelb B KaUecTBe MapKepa XKU3HEeCTIOCOOHOCTH BOAOPOCIEil MPU IKCTpe-
MaJIBHBIX YCJIOBUSIX KYJIBTUBUPOBaHUS. 3aMeTHOE CHIKEHUeE 3HaYeHU I diyopectieHy FDA conpsikeHO
C HACTYIJIEHUEM IJTyOOKOM cTallMoOHapHOM a3kl ((ha3bl OTMUpPAHMsI) POCTa BOIOPOCIE, a TakKe HabJIo-
JaeTCsl IIPU BO3AEUCTBUU Ha KJIIETKU UCCIEAYEMBIX KYILTYp BBICOKOI TeMmepartypsl (>25°C) u uHruoupy-
foweil MHTeHCHBHOCTH cBeta (1200 MkD/M2 cl).

KiroueBble ci10Ba: MUKPOBOJIOPOC/IU, TIPOTOYHASI [IUTOMETPUSI, HAKOIUTEIbHASI KyJIbTYpa, TeMIlepaTypa,
MHTEHCUBHOCTB cBeTa, duyopectieHuss FDA, cKkopocTh pocTa, OTHOCHUTENIbHAs TiepeMeHHast (yopec-

LeHUMs XJIopoduIa a
DOI: 10.31857/S50015330321050201

BBEAEHHWE

bricTpast oTBeTHas peakiysi MUKPOBOIOPOCIE
Ha U3MEHEHUeE YCJIOBUI CYIlIeCTBOBAHUS MO3BOJISIET
HCMOJb30BaTh HX CTPYKTYPHO-(PYHKIIMOHAIbHbBIE
XapaKTePUCTUKU KaK YyBCTBUTEIbHBIE WHIMKATOPBI
9KOJIOTMYECKOTO COCTOSIHUSI BOAHBIX OMOIIEHO3O0B.
ITprMeHeHe LIMTOMETPUYECKUX U (hITyOPECLIEHTHBIX
MoKasaTesieil KJIETOK BOIOPOCIeil B KayeCTBE KC-
Mpecc-MapKepoB — MPAKTUYECKU HEUCCIETOBAHHbI
¢deHOMEH, HECMOTPS Ha €ro JOBOJIbHO IIIMPOKOE pac-
MpoCTpaHeHNe W yHMBepcalbHOCTh. Co3maHue cu-
CTEeMBbl OIepaTHBHOIO KOHTPOJISI (hyHKIIMOHAIBLHOTO
COCTOSTHUST (DUTOIUIAaHKTOHA MO3BOJMT MPOTHO3U-
poBaTth npoliecchl popMUPOBaHUS TIEPBUUHOMN NTPO-
IYKIIMW B MOPE B YCJIOBUSIX BO3PACTAIOIIErO aHTPO-
TOT€HHOTO BO3AEUCTBUSI HA MOPCKKE OMOLIEHO3HI.

MeToa MPOTOYHOUN IUTOMETPUU B KOMOUHALINY C
dayopoxpomom duryopecienHoMm auaneratom (FDA)
TIPUMEHSIETCS [UTSI PACIIO3HABAHMS KUBBIX Y MEPTBBIX
KJIETOK MUKPOBOJIOPOCJEel Ha OCHOBE MPOHUIIAEMO-

Cokpamenne: FDA — diyopecuienH auaierara.

CTU UX KJIETOUYHBIX MeMOpaH U 111 OLleHKH hepMeH-
TaTUBHOI aKTUBHOCTH KJIETOK, YTO OTKPBIBAET BO3-
MOXHOCTb MOMCKa HOBBIX penpe3eHTaTUBHBIX KPHU-
TepueB onpeaeieHUsT GyHKIIUOHAILHOTO COCTOSITHUS
Bonopociieii. B cocraB FDA Bxomut cybcrtpar, crie-
UbUIHBINA K (epMeHTaM rpynribl actepas [1]. Ero
depMEHTHBINM THAPOIN3 MPUBOIUT K BHICBOOOKIECHUIO
MOJIEKYJIBI (hJTyopeclieHa 1, KaK CICACTBUE, CBeYe-
HUIO KJIETKM (3MUCCHS B 3€JICHOI 00JIaCTU CIIEKTpa).
OpHaKO Yallle BCero TAKOM MOAXOI ITPUMEHSIETCS IJIst
OIpeaeICHUS IO XKUBBIX/MEPTBBIX KJIETOK pPa3/INd-
HBIX TaKCOHOMMWYECKUX TIPYIIT Bomopocieil [1—4].
Hamu BmepBble OBLTIO IPEOIOKEHO MCIOIb30BaTh
yaenapHyIo ¢ayopeciieHnnio FDA B kKadyecTBe 3Kc-
npecc-mMapkepa (GyHKIIMOHATBHOTO COCTOSIHUSI BO-
JIopociieil B yCIOBUSIX HAKOMUTEILHOTO POCTa KYJIb-
TypHI [5]. B imTeparype mpakTuyecK He 3aTparuBa-
IOTCSI BOITPOCHI OLIEHKU POJIM OCHOBHBIX (DU3NYECKUX
¢daxTopoB (TEMITepaTypa U OCBEIIEHHOCTb) B PETYJI1-
POBaHUM MPOLIECCOB, CBSI3AHHBIX C ACATEIBHOCTHIO
BHYTPUKJIETOUHBIX 3CTepa3 MUKpoBogopociei [3].
BcTpeuaroTcst eTMHUYHBIE UCCIIETOBAHUS, TOE U3Me-
HeHue ynenbHoOU (ayopecuenuumn FDA y Bogopoc-
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JIeit paccMaTpuBaeTCs KaK OTKJIMK Ha JIefiCTBUE TOK-
CMYECKHMX BEIIECTB. B OCHOBHOM 3TO KpaTKOCpPOYHbIE
OCTpHIE OIIBITHI, HE CBI3aHHBIC C IIUTEIBHBIM KYJIb-
TUBUPOBAHMEM BOAOPOCICH B MHTUOUPYEMOIi cpele
[4,6,7].

MeTon u3MepeHUsI OTHOCUTEIBHOI TIepeMeHHOMI
¢ayopecueHIMM X10podriuIa a BOOOpOoCieiil oonamaer
BBICOKOII YYBCTBUTEIBHOCTBIO U MO3BOJISIET OBICTPO
OLICHUTH PsiT OMO(PU3NIECKUX XapaKTePUCTUK (PUTO-
IUTAaHKTOHA B peXXMMe peaIbHOro BpemeHu [8, 9]. On-
HaKO JI0 CUX ITOP CJ1a60 U3yYeHHBIM OCTAeTCSI BOIIPOC
BIIMSTHUST (pr3UUECKUX (PAKTOPOB Cpedbl Ha TUHAMUKY
nepeMeHHOM ¢iryopeciieHInu xiuopodrnna a [8, 10].
HecMmoTps Ha MHTEHCUBHBIE UCCIeTOBaHUS (DIyo-
PECLIEHTHBIX XapaKTePUCTHK, CBEICHUS O B3aMOCBSI3U
OTHOCHUTEIHLHOM TTepeMeHHOM (IIyOpeCcLieHIINU XJT0-
poduriuIa @ ¢ OCHOBHBIMU CTPYKTYPHBIMM, BHYTPUKJIC-
TOYHBIMU COOTHOIIIEHUSIMUA BOAOPOCJICI 1 CKOPOCTBIO
pocTa BOIOPOCIIEH TTPaKTUIECKU OTCYTCTBYIOT. B cBsi-
31 C 3TUM, COBEPIIECHCTBOBAHME CYIIECTBYIOIINX U
pa3BUTHE HOBBIX METOIOB IIPSIMOI TETEKIIMK CTPEC-
COBOT'O COCTOSTHUSI KJIETKH,/COOOIIEeCTBA — aKTyallb-
Hasl 1 BOCTpeOoBaHHAas IIpUKJIaaHas 3a1a4a.

Llens paboTEl — olleHKa (hPU3HOJIOTITIECKOTO CO-
CTOSTHMST MUKPOBOIOPOCJIEH MPU ONTUMAIBHBIX M
BKCTPEeMaIbHBIX YCIOBUSX POCTA C TIOMOIIIBIO IIMTO-
METPHYECKUX U (PIYyOPECIEHTHBIX ITOKa3aTeeii.

MATEPUAJIBI U METO/J bl

O0bekT HccaenoBanusa. B kauecTBe oObeKTa MC-
cliefoBaHUs OBIIM MCITOJB30BaHbI aJbrOJIOTMYECKU
YUCTBIE KyJIbTYyphl Bomopocieit: oraen Bacillariophy-
ta: Phaeodactulum tricornutum (Bohlin), Chaetoceros
curvisetus (Cleve); otnen Chlorophyta: Chlorella vul-
garis suboblonga (Andreeva), Dunaliella salina (Te-
odoresco) M3 KOJUIEKLIMM OTAEIA SKOJIOTMUYECKOit
dusuonornu Bomopocneit MuBIOM. Bribop Brnoos
oOycioBieH TeM, 4To Phaeodactulum tricornutum,
Chlorella vulgaris suboblonga v Dunaliella salina oonana-
IOT BBICOKOI >KM3HECTOMKOCTbIO MpPU KYJIbTUBUPOBA-
HUU Y 4aCTO MCHOJB3YIOTCSI B TUAPOOUOIOTUYECKHUX
HUCCIEAOBAHUIX B KQUECTBE MOJEIbLHBIX OOBEKTOB, a
Chaetoceros curvisetus SIBISIETCSI ODHUM W3 IIIMPOKO
pacrpocTpaHeHHBIX MpeacTaBUTeNei (PUTOILIAHKTO-
Ha YepHoro Mopsi.

Phaeodactylum tricornutum — MOPCKOM, COJIOHO-
BaTOBOAHBIN, 3BPUTAJIMHHBIN BUI, ITMPOKO PacIipo-
CTpaHEHHBI B MOPCKUX U KOHTUHEHTAILHBIX BOJIO-
eMax. Bui IiaHKTOHHBIA, BCTpevyaeTcsl KPyIIoroguy-
HO, HO TIPEMMYIIIECTBEHHO BECHOI 1 oceHblo. KieTtku
ONVHOYHbIE, TBYX BUAOB: CJE€rka CEPHOBUIHO U30-
THYTBIC U TpexiryueBnie [11].

Chaetoceros curvisetus — HEpUTUYECKUN BUIT, 1T~
POKO pAaCIpPOCTPAaHEHHBII B I0XHBIX U YMEPEHHBIX
Mopsx. PacripocTpanen B YepHoM Mope y 6eperos n
BO Bcex OyxTaX, pexXe B ceBepo-3amagHoOM palioHe,
OCEHBIO U BECHOI B GO/IBIIOM KOJIMYECTBE, YACTO BbI-
3bIBaCT OCEHHEe LIBETeHME, CIIOpbl 00pasyeT Iipe-
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MMYIIECTBEHHO B OKTSI0Ope, MHOTAa B 3aMETHOM KO-
JIMYECTBE paHHEN BecHOM. [lenouku npsimble, IIMpUHA
5—30 mxM. CTBOPKU BJTUIITUYECKUE, ¢J1abO BOTHY-
ThI€, C BBIMYKJIIMHOM Ha CepeluHe, 3aru0 BHICOKMUIA,
OKOJIO 1/3 BBICOTBI KJIETKH, MIOSICOK C Y3KOi1 60pO3IKOii
o Kpar, BbicoTa KiaeTKu 12.5—30 mxMm. IlleTnHKuU
TOHKME, OTXOAST OT IIPUMIOTHSATHIX ITOJICOB, CKpe-
IIMBAIOTCSI Y CBOEr0 OCHOBAaHMSI, HallpaBJeHbl CHa-
Yajia IepIeHINKYISIPHO K OCH LIETIOUYKU, 3aTEM CJIET-
Ka CKJIOHSIOTCS K ee KoHIam [11].

Chlorella vulgaris suboblonga — K1eTKU 3JUIAIICO-
uaHble, 2.8—6.1 MKM ITMHOM 1 1.7—5.5 MKM IIMPUHOIA,
nmpu obpa3oBaHuM aBTOCIIOP 8.0 1 5.5 MKM, COOTBET-
ctBeHHO. O00JI09Ka TOHKAsI. XJIOPOIIJIACT IITMPOKUIA
MOSICKOBUAHBIN HE3aMKHYTBIN WJIN KOPHITOBUIHBIM.
IMonoxeHue xyjoporiacta MOXET ObITb OPUEHTUPO-
BaHO T10 OTHOUIEHUIO K JUNIMHHOM OCHU KJIETKU TPO-
JIOJIbBHO WJIM TIOTIepeuyHO. ABTOCIIOPHI MO 2—4, pexe
o 8, cpasy 1ocjie 0CBOOOXIEHUS HETPABUIBLHO 3J1-
JuricousiHbie. LIBeT KJIETOK KakK MOJIOAbIX, TaK W
B3POCJIBIX TEMHO-3€JIEHBIN [ 12].

Dunaliella salina — KJIeTKM BOZOPOCIIM pa3HOOO-
pa3Hoi1 (popMBI: OBaJIbHBIE, DJUIUIICOMIHBIC, SIIE-
BUIHBIE, TPYIIEBUIHbBIC, NHOT/AA IIAPOBUIHbBIC, 1IU-
JIMHAPUYECKUE WIN BepeTeHOBUIHbBIC; paayuaIbHO- WIN
OmnatepajJbHO CHUMMETPUYHBIE, PEOKO IOPCOBEH-
TpajibHbIE WX cjierka accuMmeTpuuHbie [13]. Pazmepsl
KJIETOK pa3HOOOpa3HbI: X IJIMHA MOXET KOJIe0aThCs
ot 2.8 1o 40 MxM, mmmpuHa ot 1.5 mo 20 MKM, 00BeEM
ot 8 1o 4500 mxm>. Hanbosee moapo6HbIE MILTIOCTPA-
UM 0 U3MEHYMBOCTH AyHaIMET umerorcs B [13],
IJIe IpeACTaBICHbI MaTepralibl IO TOMOJIOTUYECKUM
psimaM MOIU(UKALIMOHHON N3MEHYMBOCTY BUIOB Y-
HaJIMeJI.

Bo Bcex cepusix 3KCIIEpUMEHTOB KyJILTYpPhI BhIpa-
IMBAJIA B KOHUYECKUX KOJOax oobemMom 250 mut
(00BbeM KynbTyp B Koji0ax cocTaBisut 150 mut).

HaxkonurebHblii pexum KyJbTuBMpoBanus. HMc-
cJieIoBaIy MOBeAeHNE BOOOPOCeit U (hiTyopeceHT-
HBbIE TTOKa3aTelIM B HAKOIMMTEILHOM pPEXMME pPOCTa
pu ycujieHuu aedpunuta azora. Kynbrypy P. tricor-
nutum BBEIPAIIMBAIIA B IBYX TTOBTOPHOCTSX ITPH TEM-
nieparype 20°C 1 MUHTEHCUBHOCTH cBeTa 34 MKD/M? ¢! B
teueHue 14 cyr Ha cpene f/2 [14] ¢ AByKpaTHO yMEeHb-
LIEHHBIM cofepxkaHueM azota. Kynsrypy C. vulgaris su-
boblonga Tak:Ke BhIpalllMBaJIM B ABYX MOBTOPHOCTSIX
npu Temmneparype 18°C M MHTEHCHUBHOCTH CBeTa
43 MmxD/M? ¢! B TeueHue 23 cyt Ha cpene /2 ¢ OBy-
KpaTHO YMEHBIIIEHHBIM comep:kaHueMm aszora. MH-
TEHCUBHOCTb CBETa OINPEAC/ISJIM BHYTPU KOJIO 30H-
mupytomnM 411 gatumkom kBaHtoMeTpa QSL 2101
(“Biospherical Instruments Inc.”, CIIIA), nuana3on
kotoporo coctapisieT 400—700 um (PAP). KoHieH-
TpallMOHHOE TyIIeHWe (hIyOPeCHEHIINN B HAKOIH-
TEJIbHBIX KYJIbTypax YCTPaHIIN ITyTeM pa30aBIeHUEM
MpoObl HEMOCPEACTBEHHO Tiepen usmepeHueM. Ocy-
MIECTBIISIIA KOHTPOJIb ITO0 M3MEPEHUIO KUCIOPOIa B
cpelne ¢ moMonikio Kuciopomomepa KJI 115. Munn-
®U3UOJIOTUS PACTEHUN Ne 5
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MaJIbHOE COJlepXXaHue KUCIopoja GbLIO He HIXe
4 mrO, /.

CaeroBoii ¢akrop. st vccieqoBaHUST BIUSHUS
CBETOBOTO (pakTOpa Ha PYHKIIMOHAJIbHbIE ITOKa3aTe-
mm P, tricornutum v D. salina KyIbTypBl aganiTUPOBAIIN
JMCKPETHO K OCBEIIEHHOCTAM OT 14 10 1720 MkD/M? ¢!
pu Temriepatype 1720°C B TeueHMe Tieproaa BpeMeH!,
JIOCTAaTOYHOTO JJ1s1 COOTBETCTBYIONIEH CTaOUIU3alnn
pocTa Ipu AaHHOM ocBeleHHOCTH (3—7cyT). O0y-
YeHME OCYIIECTBIISIIIOCh CBETOAMOIaMM OEJTOTO CBETa
(4000 K), paznmuyHble ypOBHU KOTOPOT'O JOCTUTAIMCH
U3MEHEHUEM pPaCcCTOSIHUSI OO MCTOYHMKA CBETa M
MpUMEHEHEeM HeHTpaJIbHbIX CBETOMDUIBTPOB.

Temnepatypsblii ¢akrop. BrIpalnyBaHue BOmO-
pocaueit P. tricornutum n C. curvisetus IpOBOIVIN B
JIMana3oHe TeMItepaTyp ot 3 1o 27°C nmpu IOCTOSTHHOM
ocBelleHHoCcTH 34 MKD/M? ¢! B TeueHue nepuona Bpe-
MEHU, IOCTaTOYHOTO UISI COOTBETCTBYIOLICH CTaOM-
JIN3alliM POCTa MPU JaHHOM Temrieparype (3—6 cyT).
st co3nanus HEOOXOAUMBIX TeMIIepaTypHBIX YCIIO-
BUil WCIIOJB30BaJll TEPMOCTAaTUPOBAHHBIA OOKC,
TOYHOCTb noaaepKaHus temnepartypsl +0.1°C.

KoH1ieHTpalysi KjieToK B KyJIbTypaxX MOIACPKU-
BaJIaCh IPMMEPHO HAa OMHOM YPOBHE B SKCIIOHEHLIN-
aJIbHOI (pa3e pocTa IMyTeM MHepUuoOaNYECcKOro (omuH
pa3 B CYTKHU WIN pexe IJIsl C1abopacTyluX KyJIbTYp)
pa30aBlIcHUsI CBEXEU MUTATEeIbHOM Cpeloi Mpu KC-
CJIENOBAHWM BIWSTHUS TEMIIEPATYPHOIO U CBETOBOIO
dakTopoB. Texkyiuit KOHTPOJIb OCYIIECTBIISICS My~
TEM U3MEPEHUS ONITUYECKOI MIIOTHOCTU CYCIICH3UM.
Onrtuyeckasl IUIOTHOCTh CYCIEH3UHM OIIpeAcssiiach
Ha crekrpodoromerpe CD 26 JIOMO, Ha mIuHe
BoiHBI 750 HM B 10-caHTUMETPOBOIM LMIMHIPUYEC-
CKOIi KIOBETE, 3aKpeIlIsieMOii BHYTPHY KIOBETHOT'O OT-
JIeJIEHUST B CIIELIMAJIbHO U3TOTOBJIEHHOM JepXKaTelie.
Bo3MOXHOCTb MCHOJB30BAaHUSI ONTHMYECKOM IJIOT-
HOCTH KaK ImoKa3aTeJIsi 0MOMAacCHhI ST pa3HBIX BUIOB
ObLTa MCclieoBaHa paHee; MoJaydyeHa JUHEWHas 3a-
BUCUMOCTb MEXIy 3TOI BEJIMYMHOM W KOHILIEHTpa-
nnen kireTox [15].

Benuuuna pH KynbTypanbHOI Cpelbl COCTaBISI-
na 8.2—8.5.

VYaeabHYI0 CKOPOCTh POCTa MHKPOBOMOPOCIHEIA
onpenenstiiv no dopmye [16]:

— 11’1N2 _lan
t bl

u (1)
rme:

U — yaeJibHask CKOPOCThb POCTa, CyT ;
N, 1 N, — rucxonHasi KOHILIEHTpaIMs KJIETOK 1 e¢ KO-
JINYECTBO Uepe3 BpeMsI £, KJI/MIT,

t — BpeMsI MEXIy UBMEPEHUSIMU, CYT.

JJ1 MUTOMETPpUYECKOrO aHaJIn3a U3 KYJIbTUBALIU-
OHHBIX COCYIOB OTOMpaiN IIPOOBI OOBEMOM 3 MII.
I1po6bl MccaemoBaau ¢ MOMOIUBIO MPOTOYHOTO 1IU-
tomeTpa Cytomics TM FC 500 (“Beckman Coulter”,
CIIIA), o6opynoBanHOTO 488 HM OTHO(Ma3HBIM apro-
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HOBBIM JsazepoMm. OKpalllMBaHHWE BOIOPOCJIeii BU-
TaJIbHBIM KpacuTejieM (hJyopeclieMHOM AualieTaToM
(FDA) npousBoauiv 1o mpoTOKOJy, OIMyOJIMKOBaH-
HOMY B pabote [17]. MeTabonmmmdecKyio aKTUBHOCTh 1
coliepXkaHue TUMITMEHTOB B KJIETKaX OLICHUBAIM Ha
JIBYX MapaMeTpUYECKUX LIUTOrpaMMax mo (iyopec-
neHuun FDA (kanan FL1 B 3eeHoli 001aCTH CIIEK-
Tpa, 525 HM) u aBTOo(ayopecueHnuu (FL4 B kpacHoit
ob6yacTu crekTpa, 675 HM) Ha 6e3pa3MepHBIX JoTa-
pudMmrdeckux mKajaax. C BapyaHTOM WLTIOCTPALINA
MOXKHO 03HAaKOMUThCSI B pabote [17], BEIMOJIHEHHOM
C ydacTueM aBTOpPOB. PaccumThIBaiu cpegHee 3HaYe-
HHEe aKKyMyanpoBaHHOU diryopeciieHun FDA Ha
KJIETKY, 0003HAaUMB JaHHBIN IMapameTp, Kak FDAfI.

MN3meHeHne mepeMeHHON (BIyopecleHINN XJI0-
poduiiia a (MaKCMMaabHOM KBAaHTOBOM 3(p(heKTHB-
Hoctu DC I1) (B muTEepaType BCTpEUaAIOTCS OINpeaeie-
HUS: 3(b(eKTUBHOCTD IIEPBUYHOIO pa3aesIeHUs 3apsi-
noB, KIT ucroib30BaHKsI CBETOBBIX KBAHTOB U 1IP.),
101 KOTOPOii Jajee Mo TEKCTy Oy/IeT MOHUMAThCS KO-
3¢ PUILIMEHT OTHOCUTENBHOI IIepeMeHHOM (hyopec-
LIeHLIMM xjopoduiiaa [8, 9, 18], onpenesnsiiu Ha ¢iiy-
opuMeTrpe META 25 ¢ BO30y:XOaOIIUM U3Ty4YeHUEM
Ha IIMHE BOJHBI ~ 455 HM [19], pa3zpaboTaHHOM Ha
Kadeape OMOGU3NKU OHOJOrMUYEeCKOro GakybTeTa
MI'Y umenn M.B. JJomoHocoBa 1o (popMmyiie:

R, =T h, @
m
rue:
F,, — MakcumanbHas (JyopecleHL s 110CIe Cepun
CBETOBBIX BCIIBIILIEK, HACHIAIOIIMX pPEeaKIIMOHHEIC
LEHTPHBI (POTOCUHTE3A;

F, — BenmuuuHa (GIyopeclieHIINU MPU OTKPHBITHIX pe-
AKIIMOHHBIX IIEHTPAax.

I1epen n3amepeHreM IpOOHI BhIIEPXKUBaNIU 15 MUH
B TEMHOTE IIPH HEOOXOOMMOI TemriepaTtype. IIpuHImmn
JIecTBus (hyopruMeTpa OCHOBAaH Ha OMTUYECKOM SIB-
JIeHUH (piIyopecLeHIMN XJIopodiia — CBEeYEHNHN Be-
IIECTBA B MOMEHT BO3ACHCTBUS BO30YKIAIOIINM CBE-
ToM. MHaykums ¢GayopeclueHIIun pPerucTpupyercs
npu (pUKCUPOBAHHOM 3HAYEHUM WHTEHCUBHOCTU
BO30yXIaromero csera okoiao 5000 MKMosb/M? c2.
IIpenen mormmyckaeMoil OTHOCUTEIBHOIM ITOTPEIIHOCTU
usMepeHuii He Gostee = 10%. YmpasiaeHue paboToit
¢iryopuMeTpa OCYIISCTBIISIETCS OT HEePCOHAJIBHOTO
KOMIIbIOTEpPaA IIPYM MOMOIIM CHEHIUaTN3MPOBAHHOM
nporpamMmbl MEGA?2S5.

Cratuctnyeckass oO0paboTKa JaHHBIX BBITIOJTHS-
JIach IO CTaHJIAPTHHIM IIPOTPaMMHBIM ITakeTaM Mic-
rosoft Exel 7.0, Statistica-5, Grapher-9, Sigma Plot
TSI TIEpCOHATBHOTO KOMIThIOTepa. Bee onmbIThI ObLTH
BBITIOJTHEHEI B TPEX OMOJIOTMYSCKUX U TPEX aHAIUTH-
YeCKMX MOBTOPHOCTAX. B Tabauiax u rpadukax mpemi-
CTaBJICHBI CpeIHME 3HAYEHUSI U UX CTAaHIApTHHIC OT-
KJIOHeHUS. JloCTOBEpHOCTD pa3Inunii MeXXAy CpeaHM~
MU 3HAYEHUSIMU OLIeHeHa 1o t-Kputepuio CThIOIeHTa
npu P<0.05.
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Puc. 1. Iunamuka usMeHeHuil ¢uyopecueHuun FDA
(FDAf1), napametpa F,/F,, 1 yielbHOI CKOPOCTH pPOCTa
KynbTypbl Phaeodactulum tricornutum B HaKONUTEIbHOM
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Puc. 2. [lunamuka musMeHeHuit diyopecueHunu FDA
(FDAf1), napametpa F,/F,, 1 yienbHOII CKOPOCTH pOCTa
KynbTypbl Chlorella vulgaris suboblonga B HaKOIUTEIbHOM

pexume
850 -10.8
750 [ 40.7
=
3 - 12.0
52650_ —().6,_:_ }g .
280 105z id e
s 4500 loafii22
%{350_ . LE_(I)'%%O»
= 0250 103 " Jge & &
060
e = 150] 100 1047 8
50 | : 40.2 o
C1 1 1 1 1 1 1 I |01 '0

0 4 8 12 16 20 24 28 32
Temneparypa,°C

Puc. 3. 3aBucuMocTth mapameTpoB FDAfl aKkTUBHOCTH,
F,/F,, 1 yoenbHOI CKOPOCTU pOCTa OT TEMIEPATYpbl y
Phaeodactylum tricornutum

PE3YJIbTATbI
Harxonumenvhbiii pexcum Kyaomueupo8anus

Ha puc. 1 1 2 npencrtaBiieHa BpeMeHHast TUHAMMU -
Ka mapameTpoB duayopecueHuun FDAfI, napameTrpa

F,/F,, n ckopocTu pocTta KyabTtyp P. tricornutum n
C. vulgaris suboblonga B ycnoBUsSIX HAaKOIIUMTEJIHLHOIO
pocTa BogopocJei.

MakcuManbHBIE 3HAYEHUST HCCIICOyeMBbIX Iapa-
METpPOB HaOJIoaIM B 9KCITOHEHIIMAIBHOM (pa3e pocTa,
Ha 2—3 cyt akcniepumenTa mist C. vulgaris suboblonga v
Ha 4—6 cyt miis P, tricornutum, nocIie Jar-repruona, CBsI-
3aHHOTO C CWJIbHBIM pa3BeleHUEeM KYJIbTYp. 3aTeM
HabJona10Ch OBICTpPOE MaAeHre YASTIbHOM CKOPOCTHU
pocTa y Bogopociaei n Koa¢hpPUIIMEeHTa OTHOCUTEIIb-
HOM MmepeMeHHOo doopeceHIMU XJIopoduiia a.
3HaueHus1 payopecueHuuu FDA octaBaiuch BbICO-
KMMH 10 HACTYIUIEHUSI CTallMOHAPHOM (hpa3pl pocTa.
ITo Mepe pa3BuTHus crallmoHapHOU a3kl (CTapeHue
KYJIBTYPbI ), Ha (DOHE CHIDKEHUSI KOHIIEHTPALIMU KJICTOK
MPOMCXOMWIO Oosiee OBICTPOE MaAeHME IT0KAa3aTesIs
dayopecueHum FDA, onHako He CTOIb 3HAYMTEITb-
Hoe, KaK JUisl mnapaMeTpoB F,/F,, 1 |1, COOTBETCTBEHHO.

Temnepamypnuiii paxmop

HaHHble Ha pUCYHKax 3 1 4 MoKa3bIBalOT U3MEHE-
HUSI 3HAYeHUM KO3 pUIIMeHTa OTHOCUTEIBHOM IIepe-
MeHHOI (uyopecueHIMHN Xjaopodwuia a, Ghiryopec-
ueHuuu FDA (FDAfl) n ynenbHOM CKOpPOCTU pocCTa
BOIOPOCJICH MPU UX KYJIbTUBUPOBAHUU B YCIIOBUSIX
pa3IMYHBIX TemIieparyp. TemiieparypHasi 3aBHUCH-
MOCTbB YIEJIbHOI CKOPOCTU pocTa Bomopocieit P. tri-
cornutum 1 C. curvisetus IMeaa OQHOBEPIIMHHEBII Xa-
pakTep, ¢ MakcuMymoM Iipu 20—24°C U CUJIBHBIM
nHTHOUpoBaHueM Tipu 27°C. 3HaueHUsI mapamMeTpoOB
FDAfIw F,/F,, y uccienyeMbIXx BUIOB BOIOpOCieit co-
XpaHSUINCh HAa BBICOKOM, OTHOCHUTEJIBHO ITOCTOSIH-
HOM ypOBHE B auarna3oHe Temnepatyp 5—24°C. I1pu
temrteparype 27°C P. tricornutum n C. curvisetus CUJIbHO
JIeTpaarpoBajid, YTO IIPUBOOMIO K OCTAaHOBKE pOCTa
BOIOPOCJIEN Y MAJaHUIO 3HAYCHUM KaK aKTUBHOCTU
BHYTPUKJIETOYHEIX 3CTepa3, TakK U 3PPEeKTUBHOCTU
nepenoca sHepruu OC 11. [IpoaoHTMpoBaHHOE BO3-
JIEUCTBUE 3TOU TeMIIepaTypbl UMEJIO JeTaJIbHbIN Xa-
pakTep.

Ecnu cpaBHUBaTh 3HaYCHUS YACIbHOI CKOPOCTHU
pocrta Bomopocieil u mapamerpa F,/F,, B KpailHuX
TeMIlepaTypHbIX 30HaX, TO HabJoaaeTCsl PopMaJibHO
OIMHAKOBOE MOBEACHUE. Pe3KOE CHIDKCHUE TaHHBIX
nokasatejieit. OmHaKko IIPU BBICOKMX TeMIlepaTypax
cHuxeHue F,/F,, O4eBUAHO, OTpaXxaeT YaCTUUYHYIO
(M1 TIOJIHYI0) THOENIb KIIETOK U yTpaTy UMU (POTO-
CUHTETUYECKOI aKTUBHOCTHU, a MIPU HU3KUX TeMIIE-
patypax CHWXEHME OTHOCHUTEIbHON TepeMeHHOI
diyopeciieHIMM XJa0poduia a HelIb3sl OOBbSICHUTh
TaKUM Xe 00pa30oM, TaK KaK KJIETKM COXPaHSIOT K1 3-
HECIIOCOOHOCTb U OBICTPO BOCCTaHABIMBAIOTCS TIPU
MOBHIIICHUY TeMITEpaTyphl. JJaHHEII Te3uc ITOATBEP-
2KIIaeTcs MOTyYeHHBIMU 3HAYCHUSIMU (hTyOPECLICHITN
FDA. B oTiuumne OT OTHOCUTEJIBbHON NEepeMEeHHOM
dayopecueHuun xiaopoduia a, napamerp FDAfI
COXpaHSJI BBICOKME 3HAYEHUSI IPU HU3KOI1 TeMIiepa-
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Type, YTO KOCBEHHO IIOATBEPKIAET MOAACpKaHUE
>KM3HECIIOCOOHOCTH BOJIOPOCJEH B BTUX YCIOBUSIX.
ITpu sToM (pryopecuienmsg FDA nMmena MUHUMAaTb-
HBIE 3HAYEHMUSI TIPU BBICOKUX TeMIteparypax (>25°C).
Temneparypbl, IpeBbIIIAIONIME BEPXHIOIO TPAHUILY
TOJI€pAaHTHOI 30HBI, MOXXHO paccMaTpUBaTh Kak 00-
Jiee XKeCTKuM (pakTop, IIPUBOASIINIT K BO3MOXKHOI
rudesiu BOgoOpoCIeid.

Ceemosolii paxmop

YTOOHI OIpeneUTh BIUSHUE CBETOBOTO (haKTopa
Ha dayopecueHumio FDA, kyabrypsl P. tricornutum
(puc. 5) u D. salina (pyc. 6) BEIpalllBaJIX B IIHPOKOM
Irarra3oHe MHTEHCUBHOCTH cBeTa. B mmamasone ot
14 go 150 Mx®/M? ¢!y P. tricornutum coXpaHSIVCh
BBICOKME 3HAYEHMWST KBAaHTOBOM 3(hGhEeKTUBHOCTH
dC2 (0.63—0.70), v D. salina naHHbBI TTOKa3aTelb
MMeJT MaKCUMaJTbHbIe 3HAUYeHUS TP MHTEHCUBHOCTH
ceeta ot 170 go 600 mxd/m? c¢!. TIpu ocBelEHHOCTA
cebie 150 MkD/M? ¢! HabmomanoCh MOCTENEHHOE
CHIDKEHIE OTHOCHUTEJIFHOM IepeMeHHOI (hiryopec-
HeHIMM xjaopodwnna a y P. tricornutum, TiagmeHue
3HAQYEHUMN YIOEIbHOW CKOPOCTHU POCTa BOAOPOCIEI
OTMEUYEeHO MpH O0JIee BEICOKUX 3HAYCHUSIX OCBEIICH-
Hoctu — cBbiie 600 MxkD/M? c!. CHIXKeHUEe 3Haue-
nuii F,/F,y D. salina orMme4eHO MpU OCBEIIEHHOCTH

cBbie 600 MkD/M? ¢! 1 GBUIO COIPSXKEHO CO CHU-
XXE€HMEM 3HaYeHM I yIeIbHO CKOPOCTHU pOCTa BOJO-
pocieii. [Ipu naTeHcuBHOCTU cBeTa 1200 MKD/M? ¢!
HaOJII0aIu NageHue nmokasaTejieili OTHOCUTEIbHOM
nepeMeHHO (payopecueHINN XJIOPOoGUIa a U UH-
ruOMpoBaHNE CKOPOCTU POCTA Y UCCIEAYEMbIX BU-
OB BOOOPOCJIEH.

®dnyopecuenuus FDA umena OTHOCUTENBHO
BBICOKHE MOCTOSIHHBIE 3HAYEHUSI MTPAKTUYECKU BO
BCEM CBETOBOM [OMAalla30HE BBIpAIIMBAHUS KakK Yy
P. tricornutum, Tak n D. salina. leficTBue N"HTCHCHUB-
HoctH cBeTa 1200 MkD/M? ¢! IPUBOIMIIO K PE3KOMY
nageHuto napamerpa FDAfl y P. tricornutum, Torna
Kak KynbTypa D. salina coxpaHsijia BBICOKUE 3Ha4Ye-
U payopecueHunn FDA npu maHHOI ocBemieH-
HOCTHU. DTO MOATBEPKIAETCS BHICOKOM MOIBUXKHO-
CThIO KJIeTOK D. salina, HabmomaeMoi TMon dJIeK-
TPOHHBIM MUKpoOcKorioM. [lameHue mapameTpa
FDAfl y D. salina oTMe4eHO TIpU WHTEHCUBHOCTU
ceeta 1600 MkD/M? ¢!, oTHOCUTENbHAS TIEPEMEHHAS
diryopecueHIMS XJI0poduiiia a TakKKe uMmena Mu-
HuMabHbIe 3HaYeHUs (0.3) B JaHHBIX YCIOBUSIX PO-
CTa BOJOPOCIJIEH.

YpoBeHb CBETOBOI 3Hepruu Boiie 600 MKD/M? ¢!
MOXET CUMTATLCS M3OBITOUYHBIM (AJalTUBHOE CHILKE-
HUE YISIBHOTO COIep:KaHMS XJI0poduiiia), a 3aTeM U
nHruoupyrommm 900—1200 mMxd/M? ¢!, BI3bIBaIO-
IIIUM WHTEHCUBHOE (DOTOOKUCICHUE U IEeCTPYKIINIO
KaK CBETOMNOIIOMIAIONIUX MUTMEHTOB, TAK U PEaKIH-
OHHBIX HeHTpoB [20, 21].
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Puc. 6. 3aBucumocts mapameTpoB FDAfl akTuBHOCTH,
F,/F,, v yIeabHOIl CKOPOCTH pOCTa OT MHTEHCUBHOCTU
cBeta y Dunaliella salina

OBCYXJIEHHE

MapkepamMmu (pYHKIIMOHAJIBHOTO COCTOSTHUSI BO-
JIOpocCJieii MOTYT BBICTYIIATh CTPYKTYPHbBIE I BHYTPU-
KJIETOUHBIE 3JIEMEHTHI KJIETKU, TaK1e Kak MeMOpaHa
1 MeMOpaHHas IIPOBOAVIMOCTb, IIPOTEUHBI ((hepMEHTHI)
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U UX aKTUBHOCTb, PUOOCOMBI U X (DYHKIIMOHAIBHOCTb,
depMeHTaTUBHBIC peakliuu, HakorieHue AT®, Mop-
dosiormyeckre IpU3HAKU, a TAKKe OoJjiee Tpaauiiv-
OHHBbIE: CKOPOCTb POCTa BOAOPOCIEid, YUCIEHHOCTb
KJIETOK U 6GrMomacca, COOTHOIIIEHUE OCHOBHbBIX BHYT-
PUKJIETOYHBIX KOMITOHEHTOB.

Ha ceromusmiauit feHb B MOPCKOM THIPOOMNOJIO-
MU, a TaKKe B MCCICIOBAHUSX MO UHTEHCUBHOMY
KYJIETUBMPOBAHUIO BOTOPOCIICH, BCe Yallle HAYMHSIOT
MIPUMEHSITBCSI 3KCIIPECC-METOAbI OLIEHKN (DYHKIIMO-
HaJIbHOTO COCTOSIHUSI (DUTOTJIAHKTOHA U €r0 MPOAyK-
LIMOHHOTI'O MOTEHIIMAJIA TIO/T BAMSHUEM BHEIITHUX YCIIO-
BUii, B TOM YMCJI€ B CBSI3M C AaHTPOIIOT€HHBIMU (haK-
TopaMu cpelibl. TaKUMU METOIAMU SIBJISTIOTCSI: METO/T
IIPOTOYHON HUTOMETPUU B KOMOMHAIIMU C pa3iadd-
HBIMU BUTAIbHBIMU KPACUTEJISIMUA U METOM IIEPEMEH-
HOM (yopecleHIUM XJTopoduilia a, KOTOPHIi gaeT
BO3MOXHOCTb IT0Ty4aTh NMH(GOPMALINIO O KOJIUIECTBE
1 aKTUBHOCTH (POTOTPO(HBIX OPTaHM3MOB, a TAKXKe
M0 XapaKTepPUCTUKAM COCTOSIHUSI (DOTOCUHTETUYE-
CKOIO amrapaTa OlLeHUBaTh (pU3UOJIOTMYECKOE CO-
CTOSTHHE KJIETOK BOIOPOCJIEH M CYOIUTh O KAa4eCTBE
BogHOM cpennl [22, 23]. B pe3ynbrare mosiBIsIETCS
BO3MOXHOCTh IIOMCKAa HOBEIX 00Jiee KOHCEpPBaTHUB-
HBIX KPUTEPUEB, OTpaxkaromux (yHKIIMOHAIBHOE
cocTosiHue Bogopocieit. K Takum KputepusiMm MOKHO
OTHECTH WHTErpaJlbHbIe ITOKa3aTelIM METaOOIMIeCKOM
aKTUBHOCTU KJIETOK, peain3yeMble ITyTeM OKpacKu
CYCIIEH3M U KJIETOK BOAOPOCCH BUTAIbHBIMU KPacu-
TeJISIMU, HaIlpuMmep, aualeTaToM diayopecuenHa,
KapOokcudmoopecuenHoMm auamneratoM (cFDA) u
KanblieuHoM AM [1, 2, 24, 25], u Ko3dHULMEHT OT-
HOCUTEJILHON IIepeMEHHOI (hIyopecleHIIUU XJI0-
podmia a, XapakTepu3yrommnit 3(Q¢GeKTUBHOCTD
repeHoca u yTUIN3aluio SHePTUY B ITIepBUYHBIX (O-
TOXUMMYECKMX Ipoueccax [18, 22].

B nmannHoit paboTe paccCMOTpEeHO BIUSHUE adMO-
TUYecKuX (pakTOpoB cpeabl (CBET, TeMmrmepaTrypa u
colepXaHue OMOreHHBIX 3JEMEHTOB B Cpele) Ha
dayopecueniuio payopecuenHa nuanerara (FDA),
yIIeAbHYIO0 CKOPOCTb POCTa Bojmopocieit U Koadhu-
IUEHT OTHOCUTEILHOM IIepeMeHHOU (JIyopeciieH-
oy xnopodrinna a. Ecnm BansgHue omicaHHBIX B pa-
6oTe (hakTOpOB Ha POCT BOJAOPOCIC UM MapameTp
F,/F,, MHOTOKpaTHO HMCCJIeIOBaIOCh paHHee |18, 26—
28], To TaHHBIX O CBETOBOW M TeMIIepaTypHOIi 3aBU-
cuMocTH dayopecueHuun FDA He ymanoch HaliTU B
JIMTepaType.

B mipoliecce HaKOMMUTETBHOTO POCTa BOIOPOCEH
P. tricornutum w C. vulgaris suboblonga nx dyHK1IMO-
HaJIbHOE COCTOSTHUE M3MEHSIJIOCh B 3aBUCIMOCTH OT
YCIIOBUI OOECIICYEeHHOCTHU KJIETOK BJIEMEHTaMM MU-
HepajibHOTO MUTaHus. [Ipu yBeJIUYeHUN TUIOTHOCTHU
KYJBTYpBl KOHIICHTpAIsl MHWHEpPaJbHOTO a30Ta B
cpene CHMXajach, YTO IMPUBOIMIIO K 3aMeIJICHUIO
pocTa Boiopocieit 1 CHUXKEHUIO 3HaYeHU Koadhu-
IIMEeHTa OTHOCHUTEIILHOM TTepeMeHHOM (hiTyopecieH-
oy xjaopoduiia a. XapakTep HaOIOmaeMbIX N3Me-

HEHU yIebHOU CKOpOCTHU pocTa u napameTpa F,/F,,
aHAJIOTUYCH ObLT TEM, KOTOPbIE OTMEYAIOTCSI B JINTE-
parype B 3KCIIepUMeHTaX IpU Ae(ULIUTEe OOTeHHBIX
aJieMeHTOB B cpene [29, 30]. Benuuuna FDAfI coxpa-
HsLJIa BBICOKHME 3HAYCHMSI B IIMPOKOM JIHAaIla30He Ha-
KOIUTEJILHOTO pexKUMa BILIOTh JI0 MOJHOM OCTaHOBKU
pocTa U MOCJEAYIOIIETO JIN3Mca KJIETOK UCCIeaye-
MBIX BUIOB BOOOPOCJICH HAa MO3IHE CTaluM CTAllAO-
HapHoi1 (a3bl.

Pesynbrarhl MccaeqoBaHUi MoKa3aiud, YTo (ak-
TOPHBI, IPUBOISIIINE K CHIDKCHUIO YAEIbHOI CKOPO-
CTH POCTa BOIOPOCJIeii KaK B yCIOBUSIX HAKOIUTEIb-
HOT'O pOCTa, TaK U B PE3YJIbTATE ACUCTBUS Pa3JIUYHON
MHTEHCUBHOCTH CBETa 1 TeMIIEpaTyp MaJIo BIMSUIM Ha
3HayeHMe ¢uryopecuieHInn FDA, xoTs Bo3neiicTBre
YCIOBUI CTAallMOHAPHOTO COCTOSIHUSI, BBICOKOIA
OCBEIIIEHHOCTU M BBICOKOI1 TeMIIepaTyphbl HAOJrOaa-
Jnock. I''mybokoe cTarlmoHapHOE COCTOSIHWE KYJBTYp
(cbaza ormMupaHus1), BbICOKasi OCBEILICHHOCTH (CBBIIIE
1200 MxD/M? ¢') u TemniepaTypa 6onbuie 25°C npu-
BOOWJIM K CHIDKCHUIO yIEJIbHOM aKTUBHOCTU BHYT-
PUKIETOYHBIX 3cTepa3. Hambomnpiree magexnme ¢giryo-
pecueHiuu FDA HaOmogasoch Ipu BO3AEUCTBUU
BBICOKUX TeMIIepaTyp 1 OBLIIO CBSI3aHO C YK€ HeoOpa-
TUMOM NECTPYKIUEH KJIETOK M OTMHpPAHHEM BOMIO-
pocneii.

Ecnu paccmaTtpuBaTh NMPUYMHBI OTCYTCTBUS 3HA-
YUTEIbHBIX UBMeHeHU I (iryopecueHIun FDA B mu-
POKOM JIMana3oHe UCCIeayeMbIX (paKTOpPOB, TO 3[IeCh
MOXHO BBIIBUHYTb HECKOJBKO MPEANOJOXEHUIA.
Bo-1iepBbIX, BO3MOXHO, UCIIOJIb3YEeMEBIE B pab0OTe BU-
bl BOAOPOCJIEl 00JIamal0T BBICOKOM TOJIEPAHTHO-
CTbIO M IUIACTUYHOCTBIO K M3MEHEHMSIM YCJIOBUMA
BHEIIHEI cpelbl U CIIOCOOHOCTBIO COXPAHSITh BHICO-
KyI0 (PYHKIIMOHAIbHYIO aKTUBHOCTh B 3THX YCJIOBUSIX.
Hpyrass Bo3MOXKHasi MPUYMHA TOJyYEHHBIX BBICOKMX
3HauyeHUui (aayopecueHuuu FDA nipu Bo3aeicTBUM Ha
KJIETKHA BOAOPOCIIEii cTpecc-(haKTOpPOB 3aKIIIOUACTCS
B CTUMYJISILIMM aKTUBHOCTU BHYTPUKJIETOUHBIX 3CTE-
pa3 ¢ LeJbI0 amanTalyy 4ero, Koro? K HebGaaronpu-
SITHBIM YCJIOBUSIM OKpyxKatoieii cpenbl. IlomoOHast
Teopusl paHee paccMaTpuBajiaCh B HCCJAEIOBAHMSIX
MUKPOBOAOPOCJICIA, IOABEPXKEHHBIX BO3AECHCTBUIO
psioa 3arpsI3HSIONIMX BEIeCTB, HAaIIpUMeEp, ITapaKkBaT
wii Menb [4—6]. B-tpetbux, duyopecuenmusgs FDA
ycToiluMBa K (hakTopaM Cpelibl, €C/IM JIUMUTHUPOBA-
HHE POCTa BOOOPOCIIE MMeeT 00paTUMBIil XapaKTep,
U YPOBEHb BO3IEUCTBYIOIIEro (hakKTopa He IPUBOAUT
K HeoOpaTUMOI HAECTPYKIMU KIJIETOK U TMOETU UC-
cJIeIyeMOro o0beKTa.

Hawm nipencrasisercs, yro diyopecueHuust FDA
SIBJISIETCS KOHCEPBATUBHBIM IMapaMeTPOM, OTpaxkaro-
UM (QYHKIIMOHAILHOE COCTOSTHME KJIETOK BOIOpOC-
Jieli, U ee 3aMeTHOe M3MeHeHue HabogaeTcs Mpy He-
obpaTrMoM Bo3aeicTBNM (pakTOpoB. B rmonrBepxkneHmne
JTAHHOTO T€3MCa MOXXHO MPUBECTU PabOTHI, TAE KYJIbTY-
pbI BoJiopocJieit monBepraiv BO3AeHCTBUIO pa3IMYHOTO
pona TOKCHUYHBIX BeleCcTB. Pe3ynbTaTbl, OTpakeH-
®UBNOJIOTUS PACTEHUN Ne 5
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HbIE B JTaHHBIX MCCIEOOBAaHUSIX, TAKXKE IIOKA3aIN, YTO
dayopecueHuus FDA He koppenupyeT ¢ TeMUu PyHK-
I[IMOHAJIBHBIMU TIapaMeTpaMU KJIETOK BOAOPOCIHEN,
KOTOPBIE CIIOCOOHBI K BOCCTAHOBJIEHNIO CBOMX ITOKA-
3aTesieil B ciiyyae U3BMEHEHUM yCI0OBUI OKpyXKalolei
Cpenbl B CTOPOHY ONNTUMATbHBIX 3HAYEHUU JJTST pOCTa
[4—6].

Takum o6pa3zoM, MpemIoKeHHBIIT KOHCepBaTUB-
HBI TTapametp — dyopecueHuss FDA, orpaxkato-
11asi UBMeHeHue (PYHKIIMOHAJIbHOTO COCTOSIHUSI BO-
Jopociei B pe3yjibTaTe HeOOpaTUMBIX BO3JCHCTBUI
OKpYKalollleil cpelibl, — MOXET OBbITh MCIOJIb30BaH
IIst: (2) onepaTUBHOI MHTETPaIbHOM OLIEHKHA COCTO-
SIHUSI M (PyHKIIMOHUPOBAHUSI MOPCKUX 3KOCUCTEM B
CBSI3U C €CTECTBEHHLIMU M aHTPOIOT€HHBIMU BIIUSI-
HUsSIMM, (0) MHOINKALIMY JeTaIbHBIX BO3IECTBUII HA
KJIETKM BOIOpoCJeit; (B) KOHTPOJISI CAHUTAapHO-0MO-
JIOTUYECKOTO COCTOSIHUSI TPUOPEXKHBIX BOI. DTO MO3-
BOJIUT 130€XaTh TPYIOEMKHUX U IUIMTEIbHBIX BO Bpe-
MEHMU TPaIULIMOHHBIX METOMIOB OLIEHKU (hyHKIIMOHAJIb-
HOTO COCTOSIHMSI BOAOPOCJIEH U MOBBICUTh KaYeCTBO U
OIIepaTUBHOCTh TMAarHOCTUPOBAHMSI CTPECCOBBIX COCTO-
STHUI (PUTOTIAaHKTOHHOTO COOOIIIECTBA.

Pabora BBIIOJIHEHA B paMKaxX TeMbl rocyaap-
ctBeHHoro 3agaHusa Ne AAAA-A18-118021490093-4
“@yHKIMOHAJIbHbIE, META0OINYECKE U TOKCUKO-
JIOTMYECKHE aCIeKThl CYIECTBOBAHUS TMIPOOMOH-
TOB U UX MOITYJISINUIT B OMOTOITaX C Pa3InYHbIM (pU-
3UKO-XUMUYECKUM PEXKUMOM .

Hacrosiast craThs He COAEPKUT KaKUX-JIU00 UC-
CJIeIOBAHMIA C yYaCTHUEM JIIOACH 1 SKMBOTHBIX B Kaue-
CTBE OOBEKTOB. ABTOpHI 3adBISIOT 00 OTCYTCTBUM
KOHMJIMKTA UHTEPECOB.
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