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BonesHu pacteHunii TOBCEMECTHO YIPOXAIOT YCTOMUMBOCTU CEJILCKOTo X03sicTBa. C TOUKU 3pEHUSI SKOHO-
MUKU 1 3KOJOTUU Haubojee 3pHEeKTUBHBIM CIIOCOOOM OOPLOBI C OOJIE3HSIMU SIBISIETCS CO3JaHNE HOBBIX
COPTOB pacTeHUIl C JOJITOBPEMEHHOM 1 CTAOMJIBHOM YCTOMYMBOCTHIO. YCIIEXy B PEIICHUU 3TO 3a1auu B
MOCJIeIHKUE TOObl HEMAJIO CLIOCOOCTBOBAJIU MOPA3UTEIbHbIC JOCTHXKEHUS B U3yYEeHUU MATOITC€HOB U pacTe-
HUI-X035I€B, KOTOPbIe BO MHOTOM OMUPAIOTCST HA HOBEMIIIME METOABI UCCIEAOBAHUST CTPOSHUS U aKTUBHO-
CTHU IT€HOB, B IIePBYIO ouepenb, “OMUK” TEXHOJIOTMH. DTHU HOCTYKESHUST HATJISIAHO IIPEeACTaBIeHBI B CIydae
duTodTOpPO3a — IKOHOMUYECKU Hanmbosiee 3HAUMMOi1 60s1e3HU KapTodesst u TomatoB (Solanum L.). ®u-
TOGTOPO3 YACTO CIYKUT MOJAEIbI0O MHOTOMEPHBIX B3aUMOAECHCTBUI paCTeHUIA ¢ MUKPOOPTraHU3MaMU, 1
pe3yJIbTaTbl HOBBIX MCCJIEIOBAHUI CYILIECTBEHHO MEHSIIOT HAllld OOIIME TIPEACTABICHUS O MOJIEKYISIPHOM
JIMAJIOre pacTeHMs C TATOTEHOM U HAILIM ITOAXOAbI K 60pb0e ¢ 601e3HsIMU. B 3TOM 0630pe OCHOBHOE BHU-
MaHHE COCpPeIOTOYEHO Ha TeHOMe Bo30ymauTenst 0oje3Hu — oomuiera Phytophthora infestans (Mont.)
de Bary u yke oxapakTepU30BaHHBIX TeHaX BUPYJIEHTHOCTU. DBOJIOLIMS 3TOTO TeHOMA OIPeAeIsieT UCKITIO-
YUTEIbHYIO TeHETUYECKYIO U (PEeHOTUIMUYECKYIO INIACTUYHOCTD IatoreHa. Oco6oro BHUMaHUS 3aCIIyK1UBa-
IOT CaMU OPYIUSI BUPYJICHTHOCTU — 3(@(EKTOPHI, KOTOPHIE B3aUMOIECHCTBYIOT C MOJIEKYJIaAMU-MUILICHSIMUA
KapTodelis, BO3AEUCTBYS Ha (DU3MOJIOTUIO PACTEHUSI U CITOCOOCTBYSI €TI0 KOJIOHM3alu rmartoreHoM. Obpa-
LLIAasICh K MperpaaaM, BLICTPOCHHBIM PaCTeHUEM [IJIsl 3allIMThI OT 60JIE3HU, aBTOP pacCMaTPUBaET MOJIMMOP-
Gbu3M 1 3BOJIIOLIMIO TE€HOB Solanum, onpenesiox YCTOMIYMBOCTb KapTodens K P. infestans. Peneptyap
Te€HOB BUPYJEHTHOCTU P. infestans B arpolicHO3aX 1 pa3HO00Opa3re reHOB YCTOMUMBOCTU Y JUKOPACTYIIIMX
coponuueit KapTodesst aHATU3UPYIOTCS B CBSI3U € TIPAKTUYECKUM ITPUMEHEHUEM Pe3yJIbTaTOB HOBBIX MO-
JIEKYJISIPHBIX UCcaeaoBaHuit putodToposa. [Ipy MHOTOIUIAHOBOM MOIXO/IE K 3TOM mpobieMe MOMCKU HO-
BBIX T€HOB YCTOMYMBOCTHU B T€HETUYECKUX KOJUICKIIMSIX, ONpenesieHre X QYHKIUIA U TMpaMUAMpOBaHUE
3TUX I€HOB B COpPTax KapTodeis ¢ LEeIbI0 CO31aTh HOBBIE JOHOPHI TOJTOBPEMEHHON YCTOMYMBOCTH COYE-
TalOTCS C ONEPAaTUBHBIM aHAJIM30M IT'€HOB BUPYJIEHTHOCTU MaTOreHa.

Kimouessle cioBa: Phytophthora infestans, BUnbl Solanum, AMMyHUTET pacTeHUit, GUTOPTOPO3, KapTOdEb,
JIOJITOBpEMEHHAasl yCTOMYUBOCTb, B3aMMOOTHOIIIEHHSI TTaTOreHa ¢ PACTEHUEM-X035IMHOM, TeHbl BUPYJIEHT-

HOCTH, I'€HbI YCTOI‘/JI‘-II/IBOCTI/I, 3BOJIIOLMA, CCKBEHNPOBAHUE TCHOMOB U TPAHCKPUIITOMOB
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BBEAEHWE

Bo BceM Mupe 0oJjie3HU pacTeHUiI ITOCTOSIHHO
OpocaloT BbI30B ycToitunBomy 3emiienenuto. C Touku

Cokpamennsi: M — renHetnueckast momucpukaius; AFLP —
Amplified Fragment Length Polymorphism; Avr — Avirulence;
CC-NB-LRR — Coiled Coil — Nucleotide Binding — Leucine
Rich Repeat; dRenSeq — diagnostic Resistance gene enrich-
ment Sequencing; ETI — Effector Triggered Immunity; HR —
Hypersensitive Response; MAMP — Microbe Associated Mo-
lecular Pattern; NGS — next generation sequencing; PAMP —
Pathogen Associated Molecular Pattern; PenSeq — Pathogen
target enrichment Sequencing; PR proteins — pathogenesis-re-
lated proteins; PTI — PAMP-Triggered Immunity; QTL —
Quantitative Trait Locus; RenSeq — Resistance gene enrich-
ment Sequencing; RGA — Resistance Gene Analogue; RLK —
Receptor-Like Kinase; Rpi — Resistance to Phytophthora infestans;
RXLR — arginine—any amino acid—leucine—arginine motif;
SNP — Single Nucleotide Polymorphism.

3peHUs] SKOHOMUKHU U 3KOJIOTMU Hambosee 3dhdek-
TUBHBIM CIIOCOOOM OOPBOBI C OOJIE3HSIMU SIBISICTCS
CO3[IlaH1Ee HOBBIX COPTOB PACTEHMI C TOJITOBPEMEH-
HOI M CTAaOMIBHOM YCTOMYMBOCTBLIO. YCTOWUYMBOCTD
MOXHO SMIIMPUYECKU OIpPEeAeUTh KaK IOJTOBpe-
MEHHYI0 M cTabuibHyo (durable), ecaiu oHa coxpa-
HsIeTCSI Ha BBICOKOM YPOBHE MPU IJIUTSJILHOM BO3/Ie-
JILIBAHUM KYJIBTYpPbl Ha 3HAYUTEIbHOI TEPPUTOPUU U
B YCJIOBUSIX, OJIarOIIPUSITHBIX JJIsl pa3BUTHS OOJIE3HMU.
Pazmraenmne “cBoif — 4y:Koii” — 3TO KIII0Y K peaKIInN
pacTeHUI1 Ha BTOp>XKeHMe naTtoreHa. B mapBrmHOBCKOM
rnapaaurMe KO3BOIIOLIMIO IBYX YYaCTHUKOB B3aMO-
JEMCTBUSI MaTOreHa C pPacTeHUEM-XO3SIMHOM IIpU
€CTEeCTBEHHOM OTOOpE B HEHAPYILIEHHOI TPUPOTHOM
cpene MOXHO CpaBHUBATh C MpOLEecCaMU CEICKIINU
pacTeHHii B HapylIeHHOIl cpele arpolieHO30B.
B o6omnx cnydasgx MBI HaOIIOOAEM ITOPOTOCTOSIINMA
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otoop (high fitness cost) — y matoreHa Ha BUPYJICHT-
HOCTb, a Y paCTeHUI Ha BEICOKYIO YCTOMYMBOCTS [ 1, 2].
MonexysipHble UCCIIETOBaHMUS TTOCIEIHUX JIET 3Ha-
YUTEJILHO yIJTyOUJIM Hallle BUASHUE B3aUMOACHCTBUS
pacTeHMi1 ¥ MMaTOTeHOB, CTOJIb BaXKHOTO I 3P deK-
TUBHOI'O KOHTpOJIs OoJie3Heli. [loaToMy BEISICHEHUE
TeHETUYECKUX CBA3€i 1 MOJIEKYJISIPHBIX MEXaHU3MOB
BUPYJIEHTHOCTA U YCTOMYMBOCTA HEOOXOAMMO LIS
YCIICIIHOM CeJEKLMU Ha JOJTOBPEMEHHYIO YCTOMYU -
BOCTb K 00JI€3HSIM.

B nocnenHue roapl ycriexam B CO3AaHUM JOJITO-
BPEMEHHOM YCTOMYMBOCTU HEMAJIO CIIOCOOCTBOBAIU
Mopas3uTeJibHbIe JOCTUXKEHUS B U3YYEHUU MATOT€HOB
U pacTeHUIi-X0351eB, KOTOPble BO MHOTOM OMNUPAIOT-
Cs1 Ha HOBEMIIIME METObl MCCIEA0BaHUS CTPOSHUS U
aKTUBHOCTHU T€HOB, B IIEPBYIO o4yepenb, “OMHUK” TeX-
HOJIOTHHU. YCHeXu 3TUX UCCIICAOBAaHUM HATJISIAHO Mpe-
CTaBJeHbl B ciyyae ¢uTtodropoza — 3KOHOMMUYECKU
Haun0os1ee BaxKHOM 00J1e3HU KapTodesisi U TOMaToB (BO3-
oynurenb — oomuler Phytophthora infestans (Mont.)
de Bary). ®utodhTOp03 4acTO CIIYKUT MOACTBIO MHO-
TOSIPYCHOIO B3aMMOAEMCTBUS PACTEHUI ¢ MUKpOOpra-
HU3MaMU, U pe3yJIbTaTbl HOBBIX UCC/IEIOBAHUI CyIle-
CTBEHHO MEHSIOT KaK HalllM O0lIre TPEICTaBIeHUs O
MOJIEKYJIIPHOM IMAJIOTe PACTEHUSI C MAaTOTEHOM, TaK
Y HallIM TTOAX0Ibl K 60pboe ¢ prutodTOpOo30M.

DdurodTopo3 IOCTOSHHO YIrpoXaeT TII00aTbHOI
MPOOOBOJILCTBEHHOM O€30MacHOCTH, obiarasi KapTo-
desieBonoB HaJIOroM, nocturatommm 10 mipa. mposia-
POB B I'Oll, €C/IM YYUTHIBATh MPSIMbIE IOTEPU YPOXKast 1
CTOMMOCTb XMMMWYECKOM 3alllUThl pacTeHuii [3—6].
DOyHruyabl (OOMULIETUABI), KOTOPbIE MPUMEHSIOT
CeromHsI st OOPLOBI C 3TUM 0e3KaJTOCTHBIM IaTore-
HOM, yTPOXKaIoT 3M0POBbIO JI0Aei U 61ocdepsl B 1ie-
JioM. I'To Bcelt BUnMMocTu, Hanoosee 3(pHEeKTUBHBIM 1
9KOJIOTUYECKN IIPUEMJIEMBIM IIyTEM CHOSPKUBAHUS
duTodTOpO3a IBIISICTCS CO3MaHNEe HOBBIX COPTOB Kap-
To(pesisi ¢ JOJTOBPEMEHHOM YCTOMYMBOCTBIO K 3TOM
6one3nu [7—10]. Ycnennyro celeKuio Ha JOITOBpe-
MEHHYIO YCTOMYMBOCTH K GPUTOPTOPO3Y MUTAET TTPHU-
TOK HOBBIX 3HAHUIi 0 OMOJIOrKHU raroreHa P. infestans u
pacTeHusi-xo3simHa Solanum L., B mepBylo odepenb,
3HAHUM O MOJIEKyJIaX — MHCTPYMEHTaX BUPYJIEHTHO-
CTM TIaToreHa u ycroiumBocTu pactenus [ 11—17].

Korma 3amadeil ceinekuuu SIBISETCS OOJTOBpPE-
MEHHAasI ¥ CTaOMJIbHAsI yCTOMIUBOCTE K GUTO(PTOPO3Y,
MPUCTATbHOE BHUMaHME 00pallialoT Ha TaKWe OIpee-
JISTIOLIME CTOPOHKI P. infestans, Kak (pyHKIIMOHAILHOE
pa3zHooOpas3ne (PaKTopoB BUPYJIECHTHOCTH MaToreHa n
HEBEpOsITHAsl TUIACTUYHOCTb €ro TeHoMa, KOTopasi
obecrieunBaeT OBICTphIe U3MEHEHHSI B COCTaBe (haKTo-
POB BUPYJICHTHOCTHU U SIPKO IIPOSIBJISIETCST B ITOITYJISI-
LIMOHHOM TOBeJeHUHU TaToreHa [5, 6, 18—20]. Mo-
JICKYJISIpHBIE MCCJIeIOBaHMsI UTPalOT BCce Bo3pacTa-
IOLIYI0 pOJib B M3YYEHUU MHOTOCJIOMHOM 3allWThl
pactenuii [1, 12, 21]. B pe3yabraTe MblI BO BCEe 0OJIb-
IICi CTeIeHN MOXEM OLICHUTh CJIIOXXHOCTh MOJIEKY-
JIIPHOTO auajiora Mexmy Kaprtodenaem u P. infestans,

KOTOPBII TaK IpaMaTUYHO TIPOSIBIISETCS B SIIUIEMU-
sax durodTopo3sa [5, 6, 22].

HaubGosee HarfsiAHBIM MPOSIBJIEHUEM YCTOMYMBO-
cTtU Kaptodes K P. infestans Cy>XUT 3allUTHAs1 peak-
1111, CBSI3aHHAs1 CO CMEPTHIO KJIETOK B X0 peakluu
cBepxuyBcTBUTEIbHOCTU (hypersensitive response,
HR) Bciien 3a BTop>kKeHHeM maToreHa B KJIETKU pac-
TEHUSI U TIEPEHOCOM B pacTeHUue CleMPUIHbIX dP-
(GEeKTOpPOB, KOTOPhIE ASHCTBYIOT KaK (paKTOphI (a)BU-
pyneHTHOCTU (Avr factors). IToaTtomy Avr reHaM 1 ux
npoaykrtam — 3ddexkropam, pacrio3HaBaeMbIM 3a-
IIUTHBIMY CUCTEMaMU PacTeHUSI, yASSISTCSI CETOIHS
TaK MHOTO BHUMaHMS B MOJIEKYJISIDHBIX UCCIIea0Ba-
Husax natoreHa [16, 23—26]. He meHee BaxKHBI U Me-
XaHU3MBbI, UCITOJb3yeMble PACTEHUSIMU IJIsI paciio-
3HaBaHMs U OTIopa naroreHaM. Jlydie ipyrux usy-
YyeHbl cjydyau, Korga Avr TeHbl pacho3HaloTCs
COOTBETCTBYIOIIMMHU (matching) reHamMu ycCTOWYM-
Boctu K P. infestans (Rpi reHaMm), KOOMPYIOIINMU
WUMMYHHbBIE pelilenTopHble O6eyku. Bce oxapakrepu-
30BaHHBIC K HACTOSIIIIEMY BpeMeHU pelenTophl 3¢-
dexkropoB P infestans y xapTodeiss OTHOCITCS K
knacey coiled coil — nucleotide binding — leucine
rich repeat (CC-NB-LRR) BHYTpMKJIETOUHBIX O€JI-
KoB pacteHuii. HoBble cBeneHust 06 Avru Rpi reHax u
X B3aUMOJEUCTBUSX ObICTPO PACIIMPSIOT HAYYHYIO
OCHOBY CTOJIb Pa3HbIX TEXHOJIOTUI CEISKIMM, KakK
oTAaJeHHbIe CKpelllMBaHUSI WU TpaHC- U LIMCTeHE3,
UCIIOJIb3yEMBbIE 1151 epeHoca Rpi TeHOB U3 AuKopac-
TYIIUX BUAOB Solanum B BOCTIpUMMYUBBIC COPTa Kap-
Todens [7—9, 27—-29].

Tem He MeHee, BCIEICTBUE OBICTPOI 3BOJIOIUN
reHoMa 1M BTOPXKEHUS HOBBIX IITaMMOB P. infestans,
AMUGUTOTUU DUTO(DTOPO3a MOCTOSTHHO MPOPHIBAIOT
BBICTPOEHHBIE CEJIEKIIMOHEpAMU 3arpaxkaeHus, 00-
pamasi B HAYTO, WHOTAA B TEUYCHUE HECKOJIBKUX
IHei, uX MHOToNeTHHe ycunus [5, 6, 19]. [TosTomy
HEOTJIOXKHOM 3amavyeii OMOJIOTOB pPacTeHUI SIBISIETCS
TTOCTOSTHHBIN ITOMCK HOBBIX UICTOYHUKOB yCTOMYNBO-
CTU K GUTOPTOPO3Y, MO MPEUMYIIIECTBY B FTeHETHUYE-
CKOM MaTepuajie AWKOPACTYIIMX BUAOB Solanum,
pacumpeHue Kpyra Rpi TeHOB, OAPOOHO HCCIIeI0-
BaHHBIX U JTOKYMEHTUPOBAHHBIX MOJIEKYJISIPHBIMU
MeTtonamu [17, 29—31], u BbIsIBJIeHUE JYUYIIUX COYe-
TAaHWI TEHOB IUISI BKIIIOUEHUS UX B TIEPCIIEKTUBHBIE
copTa Kaptodes [32].

B citydae kaptodesist MoJIeKyJIsIpHbIE NCCIEIOBAHUS
C HCITOJIb30BaHMEM HOBBIX METOMIOB aHAJI3a CTPOCHUS
U aKTUBHOCTU Avr TeHOB P. infestans i Rpi TeHOB KO-
pacTylMX M KYyJIbTYPHBIX pacTeHuit Solanum 3Ha4u-
TEJIBHO CITOCOOCTBYIOT 00phOe ¢ puTodTopo3zomM. Cpe-
I Han0oJiee 3HAYMMBIX METOI0JIOTMIECKUX IIPOPHIBOB
BBIIEJISIIOTCSI TaK Ha3bIlBaeMble “OMUK” TEXHOJOTUU
(reHOMUKa, TPAHCKPUIITOMUKA, IIPOTEOMMKA, METa-
OosioMuka 1 3(pPHEeKTOPOMHUKA), MOJICKYJISIpHasT TN~
ToreHeTuka, HoBble Tunbl JJHK mapkepoB, mouck
HOBEIX ajuteneii Rpi reHoB (allele mining) m, HaKo-
Hell, METOIbl CEKBEHUPOBAHMUSI HOBOIO IOKOJCHUS
®U3UOJIOTUS PACTEHUN Ne 2
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(next generation sequencing, NGS) moaHopa3mep-
HBIX TEHOMOB M TPaHCKPUIITOMOB WU U30paHHBIX
TeHOB-MMIIICHEM (target genes) — B cOYeTaHUU C OMO-
MHOOPMAIIMOHHBIM aHAIM30M OOJIBIINX MaCCHUBOB
JMIaHHBIX O TEeHOMaX W TPAHCKPUIITOMax PacTEHUS U
naToreHa. DT MPOPLIBHbIE METOAOIOI Y TTO3BOJIMIINA
WIeHTU(UILIMPOBATh HA MOJICKYISIPHOM YPOBHE MHO-
TMX YYaCTHUKOB B3aUMOICHCTBUI I'€H-HA-T€H, OIM-
CaHHBIX paHee KIIACCUYECKMMM T€HETMYCCKUMU Me-
TomaMu. YCHeXW 3TUX MCCIeNOBaHUI caeianu hu-
TO(PTOPO3 MOMYJISIPHON MOACIBIO B3aUMOACUCTBUS U
KOBBOJIIOLIMY MaTOTeHa U pacTeHusI-xo3siMHa [12, 15—
17, 22, 28, 33—39]. B 1O ke BpeMsi HOBBIII KOHTEKCT
MCCJIeIOBAaHUM T€HOMOB U HOBbI MOJIEKYJISIPHbIA UH-
CTpYMEHTAapUil 3TUX MCCICAOBAHUII ITO3BOJISIIOT CO-
3maBaTh 00JIee MPOMYKTUBHEIE COPTa KapTodeIs.

Bo MHOIMX OTHOIIIEHUSIX 3TOT 0030p cleayeT 3a
npenapiayneit nmyoaukanueil aBropa [39]. 3mech B
LICHTpe BHUMAaHUS 0Ka3aJICh HOBEMIIINE METOI0JIO-
MU UCCIeA0BaHNs U HeJaBHYEe 0030pbl, 00beIMHUB-
IIMe MHHOBALIMOHHbBIE UAECH DBOJIOLMU PACTCHUMN U
MUKPOOPTraHU3MOB C HOBBIMU KOHILELIUIMU (PUTO-
MaTOJOTUU M CeJIeKLUMU pacTeHuil. bubmnorpadus
noseneHa o utoHs 2020 r.

PACITO3HABAHMUE TTATOT'EHA
N 3AIHMTHBIE BAPBEPBI PACTEHW -
XO3AUNHA: ITPEABAPUTEJIbHBIN AHAJIN3

NMMyHuTET, WMHAYIMPOBAHHBINA MOJIEKYJISPHBIMH
crpykrypamu (Pattern-triggered immunity). YToObI
pacrno3HaBaTb MHOTOUMCJICHHBIE MATOTeHBI, CIEePKU-
BaTb UX BTOPXXEHUE U OrpaHUYUBATH TTOBPEXIAIOIIEe
JIECTBUE, PACTEHUSI CO3[AIU CJIOKHYI0O UMMYHHYIO
CHUCTEMY, KOTOPYIO YaCTO OIMUCHIBAIOT KakK JIBa bapbepa
win ypoBH: 3ammThI [ 1. 12, 40, 41]. IlepBrrii, Bce e1e
HEIOCTATOYHO MCCJIEAOBAHHBIN 6apbep BPOXKIEHHO-
ro UMMyHuTeTa (innate immunity) Ha TTOBEPXHOCTH
KJIETKM OOBIYHO oOecrneyrBaeT IIUPOKUM CHEKTP
ycToiuuBOCTHU. [Iperpany st BTOp>XKeHUs MaToreHa
Ha BHEKJIETOYHOM MHTepdeiice pacTeHue-MUKpoopra-
HU3M (B aroruiacTe KJIeTK1) OMMChIBAIOT KAK UMMYHM-
TET, 3aIlyCKaeMblii OOIIMMM 3JIMCUTOPAMU, KOTOpPbIE
Ha3bIBAIOT MOJIEKYJIIPHBIMU CTPYKTYpaMU MUKPOOpTa-
HY3Ma WIK IaToreHa (microbe- and pathogen-associat-
ed molecular patterns, MAMPs and PAMPs); peakiius
Ha BT 3JIUCUTOPHI MOJy4Yuia obllee Ha3BaHUE UM-
MYHUTETa, BbI3BAHHOTO MOJIEKYJSIPHBIMU CTPYKTY-
pamu martoreHa (pattern-triggered immunity, PTI).
PelieniTopbl Ha TIOBEpXHOCTU KJIETKHU, Y3HalOIIUE
PAMPs niu MAMPs, ripencTaBiieHbI IO IIPeUMYIIe-
CTBY pelieNTOp-NOA00HBIMU KHAa3aMU (receptor-like
kinases, RLKSs) u perientop-rnomoOHbIMU OeKaMu
(receptor-like proteins, RLPs). Jlanexo He Bce RLKSs
n RLPs cayxar perienTopamu, HEKOTOPHIE SIBIISIIOTCS
KO-pelLenTopaMM, KapKaCHbBIMU OeJlKaMu WU ApYy-
TMMHM YYaCTHUKAMU CUTHAJILHEIX myTeii [40, 42].

ITpu BTOp>KEHUY TTaTOTeHA B aITOIJIACT B PACTEHUSIX
HaKaIUIMBAIOTCS aHTUMUKPOOHBIE COSIUHEHUSI, TIPU-
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MEpPOM KOTOPBIX SIBJISTFOTCSI O€IKU, CBSI3aHHBIE C T1aTO-
reHe3oM (pathogenesis-related, PR). bonbiimHcTeo PR
T€HOB MHAYLIMPYIOTCSI CUTHAJIbHBIMUA COEIUHEHUSIMU:
TaK, CAJIMLIVIIOBAsI U XKaCMOHOBAST KMCIIOThI WJIN STUJICH
BKCIIPECCUPYIOTCS] BOJTHAMU Ha TIPOTSDKEHUH Tpoliecca
KOJIOHU3ALMK PACTeHUST; IOMUMO YCTOMYMBOCTH K I1a-
toreHaM, PR Genku ciy:kar cnenimnIHbIMA MapKepa-
MU CHUCTEMHOI TIpMOOPETEHHOM YCTOMUMBOCTH, MHIY-
mupoBaHHoM matoreHoMm [20, 43]. B cBowo odepenb,
P, infestans cexpeTupyeT (hepMEHTHI, KOTOPBIE MOTYT
MMOIABJISITh TAKYIO 3allIUTY PACTeHUI; K UX YUCITY OT-
HOCSATCS IIpoTeasbl W (PepMEHTHI, paspyllalollue
KJIETOYHBIE CTEHKU PACTEHMS: MEKTATIUAa3bl, O~
rajakTypoOHas3bl, KCUJIaHa3bl U T.1.

IMomureHHYI0 1 YaCTUYHYIO YCTOMYMBOCTh K (DU-
To(pTOpO3Yy, Bo3HUKaroIIyio BeiencTtsue PTI, He amar-
TUPOBAHHOTO IT0 OTHOIIIEHUIO K OIIpeeICHHOMY pac-
TEHMIO-XO35IMHY, TaKXKE HAa3bIBAIOT MOJIEBOI, KOJIMYE-
CTBEHHOI M pacoHecHelU(PUIHON YCTOWUYMBOCTHIO.
Omna He sBisieTcs mojiroBpeMeHHoii [9, 10, 14]. Boaee
MEPCHEKTUBHBIMU IJISI CO3JAHUST TOJTOBPEMEHHOM
ycToiiuuBocTy Ha ocHoBe PTI mpeacrapisitoTcst reHbI-
KaHIWUIAThI, BHISIBISIEMbIE METOIAMU aCCOLMATUBHBIX
TeHETUYECKUX NCCASOOBAHMI, IOJTHOTEHOMHBIX aCCO-
LIMATUBHBIX UCCEA0BaHUI 1 CPAaBHUTEILHOTO aHAIM -
3a TpaHCKpUNTOB (transcript profiling). DTu reHsI KO-
IUPYIOT KIIIO4YeBbie (bepMEHTHl CHMHTE3a TOPMOHOB
pacTeHuii, KOTOpble Y4acCTBYIOT B 3alllUTHOM CHUTHa-
JIMHTE: aJUICH-OKCHUJ, CMHTa3y U JIMIIOOKCUTeHA3bl U3
2’KaCMOHATHOT'O CUTHAJILHOIO IMyTH, 3-0KCH-3-METHII-
TJyTapuI-KO3BH3UM A peayKTasy M3 MeBaJIOHATHOTO
nyty 1 muroxpoM P450, yyacTByromuii B OMOCUHTE3e
TEPIICHOB, a TAK:Ke aHMOHHYIO IIEPOKCHIA3Y, YIaCTBY-
IOIIYIO B Ipoliecce CyOepMHU3ALMN KJISTOYHOM CTeH-
KU [44, 45].

HNmmynuTteT, unaynupoBanHblii a¢dgexropavu (Effec-
tor-triggered immunity). B otsimume ot HeaganTrupoBaH-
HOTO aIloIUIaCTHOIO MMMYHMTETA, alanTUPOBaHHbBIE K
onpeneeHHoMy xo3siuHy (host-adapted) maToreHsbl
CEKPETUPYIOT B KJIETKM PACTeHUI MHOTIOYMCICHHEIC
3¢ PeKTOphI, KOTOphIe KOAUPYIOTCS TeHaMU BUPY-
JICHTHOCTU U JTOCTABJISIFOTCSI B KJIETKM PACTEHUSI-XO-
3s1MHAa C TTOMOIIBIO CHELM(UYHBIX CTPYKTYP U Mexa-
HuU3MoB [22, 24, 46, 47]. IlatoreHe3y, B KOTOPOM
y4acTBYIOT 3G (hEKTOPhI, ¥ pacTeHUId TPOTUBOCTOUT
BTOpPOI1, IUTOILIa3MaTU4YeCKuii 0apbep, rae 3ddex-
TOPBI OMO3HAIOTCS BHYTpUKIeTOUYHBIMU RLKS. DToT
Mpolecc UMMYHUTETA, 3alyckaeMoro 3¢ deKkTopaMu
(effector-triggered immunity, ETI), cmeunduyno
paznnyaeT pacel matoreHa. PTI n ETI aktuBupyior
CJIOKHYIO CETh Iepellaun CUTHAJIOB, KOTopasi BKJIIO-
YaeT KacKaAbl MUTOIC€H-aKTUBUPYEMbIX KUHA3 U/WJIN
XMUMHWYECKUIA CUTHAJUHI IIPU y4aCTMU TOPMOHOB
pacTeHUil, a TaKXXe PEryjsiluio Ha YPOBHE TpaH-
CKPUITIHU: BCE 3TU CUTHAJIBLI IIPUBOAST K TAKUM (DU~
3MOJIOTUYECKUM M3MEHEHUSIM B pacTeHuH, Kak HR,
o0pa3oBaHue aKTUBHBIX (POPM KMCIOpOAa U YIIPOU-
HeHMe KJIeTOYHOIi cTteHkm [12, 21, 23, 40, 43, 48].
B o6HOBIEHHOI MOJEIN B3aUMOACIHCTBIS pacTEeHUS
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¢ TTAaTOTeHOM WHTETPMPOBAHBI TPU YPOBHS: PacIio-
3HaBaHUeE, MHTETpallUsl CUTHAJIOB U peaiu3alus 3a-
muTHOIM peakiuu [22]. CerogHsi 3TOT KOHTUHYYM
B3aMMOICHCTBUS PACTEHUS C TTATOTEHOM CTaJl TOPSI-
Yyell TOYKOi MOJIEKYISIpHOI (DPUTONATOTOTUH.

Korna-to HOBaTOopcKast mapagurmMa “reH-Ha-reH”
[49] mpenmoarana, 4ToO yCTOMYUBOCTh pAaCTEHMS Ha-
OromaeTcs, Koroa JOMUHAHTHBIN I'eH YCTOMIMBOCTHU
pacTeHusl BCTpeyaeT JOMUHAHTHBIN Avr TeH maTtore-
Ha. buoxumMmuyeckoit Bepcueit 3Toil KOHLELIH SIB-
JISIETCSI MOAEJb PELENTOP-JINTaH I, B COOTBETCTBUM C
KOTOPOIi paCTE€HUS UCTIOJIB3YIOT IS 3allIMThI OCJIKHU,
pacno3Hamlle IMpoayKThl Avr reHOB naroreHa. On-
HAKO CErogHsI 3Ty KJIACCUYECKYI0 MOJIEIb CUMTAIOT
CUJIBHO YIIPOIIEHHOM, JaXKe B CJIydae MOHOTE€HHBIX
B3aMMOJCUCTBUI1 TeH-Ha-TeH B IUTOIUIa3Me PAaCTEHMUSI.
Bo-11epBbIX, JTUIIIL B peIKNX CIydasiX 3aCBUICTEIbCTBO-
BaHbI TIPSIMbIE CTEPUYECKUE B3aUMOACHCTBUS OEIKO-
BBIX IIPOAYKTOB T€HOB BUPYJICHTHOCTH Y T€HOB YCTOM-
YUBOCTU, TTIO3TOMY MOJEJIb IIPSIMOTO B3aMOIEICTBUS
10 TUIY PeLEeNTOp-JIUraH/ JOMOJHEHA MOJEISIMU He-
MpSIMOTO B3aMMOMACICTBUS, HaIlpuMmep, ‘“‘cropoxa”
(guard) u “noBymiku” (decoy). anee, Hapsiomy ¢ MO-
HOTEHHBIM B3auMMOIEUCTBUMEM, M3BECTHO HEMaJIo
clly4aeB, KOTJa HECKOJIBKO I'eHOB MJIM KJIaCTePhI TeC-
HO CIEIUIEHHBIX T€HOB YCTOMYMBOCTU PaCIIO3HAIOT
OJIMH €INHCTBEHHBIN 3(hPEeKTOpP — M HA0OOPOT; KPO-
ME TOTO, B3aMMOJIEMCTBUS Te€H-HA-TCH IJIST pa3aidd-
HBIX COUYEeTaHMI ITaTOTeH-pacTeHNe B pa3HOM CTelle-
HHU 3aBUCSIT OT OKpy:Karolieit cpensl [23, 41, 48, 50].
st onmrcaHus 3BOJIOLIUY W TUBEpCUDUKALIUN Te-
HOB YCTOMYMBOCTH IIPEIJIOXEHEI 1B KpaiiH1e KOH-
Henuuu — “roHKd BoopyxeHuit” (Arms Race) u
“okorHoit BoitHbl” (Trench Warfare), omHako 3BoJiO-
1Sl TEHOB YCTOMYMBOCTH, CKOpPEe BCETro, IMPOTEKAeT B
HEIPepbIBHOM MPOCTPAHCTBE B3aMMOIIOJIE3HOro (mu-
tualistic) COXUTEIbCTBA, KOTOPOE YacCTO HCITOIb3YET
MEXaHU3MbI U MOJICKYJISIPHbIE KOMIIOHEHTHI 3aIllUTHI,
oIMCcaHHBIe I 00enx cucrteM [12, 13, 46, 51, 52]. B
Hallle BpeMsl KJIaCCUYeCKHMe TreHEeTUYECKUE UCCIIeIO-
BaHUSI B3aMMOJEIICTBUS MAaTOTeHa C pacCTeHUEM-XO-
3SIMHOM AOITOJIHSIIOTCS MOJIEKYJISIDHBIMU HCCJIeIoBa-
HUSIMU YYaCTHUKOB 3TOTO B3aUMOACHCTBUS U UHTE-
TPUPYIOT CYIIECTBYIOIIME MOACIN KO3BOJIIOLUN U
¢GYHKIIMM; TaKas MHTErpalusl IMoMOXeT JydIlle I10-
HSITb OBICTPbIE UBMEHEHUSI B arPECCUBHOCTU TaTore-
Ha M pa3BUTHUU 6one3Hu [5, 6, 20, 22, 24, 53, 54].

Cpenu mHorouuciieHHbIX areHToB ETI y Phytoph-
thora myaite gpyrux nccaenoBanbl RXLR addexTopsr,
MPOAYKTHI Avr TeHoB 31oro maroreHa, 1 CC-NB-LRR
peuenTopsl, MPoayKThl Rpi reHoB KapTodes [11, 13,
16, 17, 25]; oTUM reHaM NOCBSIIEHBI OTIEJIbHbIEC pa3-
Jeabl 0630pa.

Phytophthora infestans: 9BOJIIOLINS TEHOMA
1 TEHOB BUPYJIEHTHOCTH

B ocHOBe HBIHENTHUX MPEACTABICHUI O TeHOME
P. infestans nexat pe3yabTaThl CEKBEHUPOBAHUS I'e-

poMa mramma 130-4 [55]. Ilo cBomM pasmMepam
(240 MJIH 1.H.) 9TOT T€HOM HaMHOTO OOJIbIlIe TEHO-
MOB IpyTuX BUAOB Phytophthora, ipexe Bcero nu3-3a
n3oommmst JJHK moBTOpOB, COCTaBIISTIOIINX OKOJIO
74% renoma P infestans. CaMbIM yIUBUTEIbHBIM
CBOMCTBOM 3TOTO T€HOMa, ONPEACIISIONIM 3THUOJIO-
riio puTodTOopo3a KapTodeis, IBIsIeTCcI HepaBHO-
MepHast INIOTHOCTb pacHpeaceHUs TeHOB. YUacTKU,
oorarele “reHamMM AoMallHero xo3ssiicrBa” (house-
keeping genes), 4epeayloTcsi C MPOTSKEeHHBIMU paiio-
HaMU TeHOMa, B KOTOPBIX MaJIO TAKMX T€HOB, HO 3aTO
MHOI'O IIOBTOPOB; 3TH YYaCTKU COAEpXKaT OBICTPO
SBOJIIOLMOHUPYIOIINE TeHbl BPeJOHOCHBIX (patho-
genic) a¢pdekTopos. [IpumeyaTebHO, KaK CTOJIb He-
OOBIYHOE CTPOCHUE I'eHOMa CBSI3aHO C IIOBEICHUEM
raToreHa. BrICTPO 3BOJIOLIMOHUPYIONIVE TeHbI 3(-
(GEKTOPOB 3aKIIOUYEHEI B OOIIMPHBIC U YPE3BBIYATHO
JIWHAMHWYHBIE Yy9aCTKM IeHOMa, U TaKasl JIOKaM3a-
LIS PEe3KO YBEJIMYMBAET YACTOTY 3aMEH HYKJIEOTH-
OB, MHCEPLIVI/IeIelInii, IepeCcTPOeK U U3MECHEHUS
KOMUIHOCTU T€HOB 10 CPABHEHUIO C TEHAMU JOMalll-
HEro xo3siicTBa. B pe3ysbTaTe 3TH Y4aCTKH XpOMOCOM
OKa3bIBAIOTCS YHUKAJIbHBIMU HUILIAMU OBICTPOI 3BO-
JIIOLIMOHHOIM TMBepcU(UKALIM, KOTOpasi OIpeacIsieT
IITaMM-CITeLIM(PUIHBIIA perepTyap TeHOB BUPYJIEHTHO-
ctu [18, 53, 55, 56]. Haas u 1p. [55] mmocTyupoBaiu, 4To
TaKkMe OMHAMUWYECKUe pailoHbl reHoma P infestans
OIPENENSIIOT SBOJIOLIMOHHYIO TUIACTUYHOCTh TE€HOB
3¢ PEKTOPOB M CO3IAIOT CTOJIb XapaKTEepHYIO s
srmaeMun GUTOPTOPO3a IMOBBLIIIEHHYIO T'eHEeTHYe-
CKYIO0 UBMEHUYHMBOCTD, O3BOJISIONIYIO ITATOTeHY Ipe-
OI0JIETh YCTOMYUBOCTh PACTCHUSI.

DT MpencTaBICHUs IIOAYyYMIA JaJdbHeMIIee
pa3BUTHE 110 MEpe TOI0, KaK CEKBEeHHPOBaHUE IPy-
ruX reHoMoB P. infestans 1 0COOEHHO TPaHCKPUIITO-
MOB IIPMHECJIO MHOTOYMCJICHHBIC TaHHbIE, COIJa-
cyloluecss ¢ KOHLENLUeH OIMpeaessiionero yva-
CTUSI IIOBTOPOB B YBEJIMYCHHUM pPa3MEpPOB T'€HOMA
P. infestans [57, 58]. KoHnenuus AByX4acTHOTO Te-
HOMa M JBYXCKOPOCTHOI (MM daxXe MHOTOCKO-
POCTHOI1) 3BOJIIOLIMY T€HOMA BBISIBJISIET T€ OCOOCH-
HOCTH apXUTEKTYPbl TEHOMAa, KOTOPBIE OIPEIEIISIIOT
OBICTpBIC JUHAMWYECKUE NEPECTPOMKMU 1 TeHeTuYe-
CKYIO TMBepCUPUKALINIO YIACTKOB, CBSI3aHHBIX C BU-
PYAEHTHOCTBIO, M CJIy>XKaT KOJIBIOEIbIO amallTUBHOM
sposounu P infestans |18, 59]. Takass yckopeHHasl
aganrauus, oOyCJOBJIeHHAs CHEeHUDUIHON apXu-
TEKTypOIi reHOMa, 0COOEHHO BaxKHa B CIIy4ae MCKYC-
CTBEHHOTO OTOOpa IMaTOreHoB B arpoleHos3ax [60].

B GonbimHCTBE ciiydaeB amanTaumio Phytophthora
OIpEeNesIIOT OYyIJIMKAILMS TeHOB, HETOMOJIOTUYHBIE
pEeKOMOMHALIMM M AeJelMd B y4YacTKax, OOoraThIX
TpaHCITO30HaMH1 ¥ TeHaMu 3P dekTopoB. OTHAKO Cy-
IIECTBYIOT U IPYyrue MeXaHU3MBbl PEryJsiliuM: K X
YHCITYy OTHOCSTCS 3HAYUTETbHbIC U3MEHEHUST KO-
HOCTHU T€HOB, N30UpaTelibHasI ITOTepsI TEHOB, a TAKXKe
TOYEYHbIE MyTallUW, CABUT PaMKU CUMTBIBAHUS, T10-
BPEXIEHUSI CTapT- U CTOIT-KOAOHOB 1 U3MEHEHUS B
XapakTepe aKcrnpeccuu reHos [53, 61]. Ciona cienyer
®UBNOJIOTUS PACTEHUN Ne 2
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MPUOAaBUTHL M SIUTEHETUYECKYIO PETYIISALIMIO DBOJIIO-
uu natoreHa [20, 62].

orPynd BUPYJIIEHTHOCTM!:
Avr TEHBI 1 DODEKTOPEHI P. infestans

HoBrle pmsnonormgeckrie 1 MOJIEKYISIPHBIC METO-
JIbI TIO3BOJIIA UACHTU(ULIMPOBATH MHOTOYMCIICHHEIS
LIUTOIUIa3MaTUYECKE AvF TEHBI U MX MPOAYKTHI, (-
(dEeKTOpHBI, KOTOPHIE ITATOTEH 00pa3yeT, YTOOBI MOV -
poBaTh MHOTOCJIOMHBIM UMMYHUTET PacTCHUSI-XO3sI1-
Ha, a TaKXXe MUIIECHU 3THX 3((HEKTOPOB B PACTUTEIb-
HbIX KJIeTKax [16, 24, 25, 46, 55, 63—68].

Iennl apdexTopoB P. infestans. Cpenyt MHOTOUMC-
JICHHBIX T€HOB 3((PEKTOPOB B MOJTHOCTBIO CEKBEHM-
pOBaHHBIX reHOMax P. infestans mpeobiaagaloT ABa TH-
na cTpykryp. RXLR addekTopsl — 3T0 MOIyIbLHEIE
Oenku, Ha N-KOHIIE KOTOPBIX HAXOAUTCSI KOHCepBa-
TUBHBIK MOTUB R—x—L—R (apruHun — nrobast amu-
HOKMCIJIOTa — JICWIIMH — apruHuH), 3a KOTOPBIM
o0byHO ciienyer kopotkuii EER (rimyramuHoBas
KHUCJIOTa — TJIyTaMUHOBAsl KUCJIOTa — apruHUH) J0-
MEH, HEOOXOIMMBI 1151 IIepeHoca 3¢ deKTopa B pac-
TUTEJIbHYIO KJIeTKY. M3yuyeHne KoOHCEpBaTUBHBIX MO~
cliefoBaTeIbHOCTEl B MOMIEJILHOM Te€HOME IlTaMMa
T30-4 npencka3zano cymectBoBaHue 563 RXLR re-
HOB. IlpuMepHO MOJIOBMHA M3 HUX OOHApyXXMBaeT
KJIoHaJIbHYIO (lineage) crmeuuUIHOCTb, KOTOpas,
IJIaBHBIM 00pa3oM, 1 ompeaelisieT pazHooopasue 3¢ -
¢GeKTOpOB, OOYCIOBJIEHHOE 3BOJIIOLMEIl MaToreHa.
Kyna mensiie n3pectHo o reHax CRN (crinkling- and
necrosis-inducing proteins) agpekTopoB, 061ama0-
IIMX HEOXUIAHHBIM MHOrooOpa3uveM U CJIOXKHBIM
ctpoeHueM. Kak u RXLR adpdexktopsi, CRN ap-
(eKTOpBI — 3TO MOOYJIbHBIE OEJIKU, OIIPEACISIOIei
CTPYKTYpPOIi KOTOPBIX CIYXKMT UYPE3BbIYAiHO KOHCEP-
BaTuBHBIN N-koHLeBoli LFLAK nomen u3 50 amu-
HOKWCJIOT; HanpoTuB, nX C-KOHIIEBbIE y9aCTKA 00-
Jiee pa3HooOpa3HbI [26, 55].

Hapsiny ¢ unnykuumeit HR mpu crienmdpudnom
B3aMMOJIEICTBUU T€HOB 3 (PEKTOPOB C COOTBETCTBY-
IOIMMU  Rpi TeHaMMu pacTteHuil Solanum, MOXHO
MPUBECTU HECKOJbKO TMPUMEPOB APYTMX MPOsIBIIE-
Huit RXLR Avr reHoB. AVRI Biusier Ha HaKoIUIeHUE
addekTopoB BOIM3U TaycTopuii [67]. dpyrue ad-
¢dexTophl, BKIIo4as xopoiio u3BecTHble AVR-BLB2,
AVR2 u AVR3a, napywaor Ca’'-cUrHajauHr, cBsi-
3aHHBIN C 3alllMTOM pacTeHUsl, MOBBILLIAIOT BOCIIPHU-
WMYUBOCTb PACTEHUSI U MOAABJSIIOT CMEPTh KJIETOK
[69—71]. Pasmmunble 3(pdeKTOphI aTaKylOT Mapai-
JieJIbHbIE€ YYACTKHU B LIETISIX Me€peaayr CUTHAJIOB, TIpU-
Bomsix K HR [72]. RXLR addekTopsl cambiM pas-
HbIM 00pa30M JIOKAJIM30BaHbI B pACTUTEJIbHBIX KJIETKaX,
1 Ko-3Kcnpeccust HeckoiibKuX RXLR s dekTopos,
MopaxamwInuxX pa3indyHble HWMMYHHbIE CUCTEMBbI,
CIOCOOCTBYET KOJIOHM3ALIMU T10 CPABHEHUIO C O~
HOYHBIMU 3¢ dekTopamu [67].
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Korna s dekTopsl mmonamaoT B TUKOPACTYIINE
WIN KyJAbTYpHBIE pacTeHUs Solanum, OHM CIIELIU-
(UYHO y3HAIOT COOTBETCTBYIOIIME UM (matching) pe-
LENTOPHBIE OeIKM, KomupyeMmble Rpi reHamu. OcHO-
BaHHas Ha TakKOM B3auMoIeicTBUM 3¢ PeKTUBHASs
TEXHOJIOTUS naeHTUGUKaUU Avr 1 Rpi TEHOB 1OJTy-
ymiia Ha3BaHWe 3PdeKTopoMUKU. IS BBIIBICHUS
COOTBETCTBYIOIMX Rpi reHOB 3(h(peKTOphI TPAH3UTOPHO
SKCIIPECCUPYIOTCS B JIMCTHSIX Solanum, N peakiys Kjie-
TOYHOM CMEPTU PETUCTPUPYETCSI HEBOOPYKEHHBIM IJIa-
30M. YTOOBI yOSIUTHCSI B COOTBETCTBUU T1ap Rpi—Avr re-
HOB, T€HBI-KaHAUAATbl KO-3KCIPECCUPYIOT B JIMCThSIX
pacTeHHuii-TecTepoB, HanIpumep, Nicotiana benthamiana
Domin [15, 16, 65, 68].

HMcnonb3yemast HUXKe HOMEHKJIaTypa Avr T€HOB
BocxonuT K 11 Rpi reHaM, KOTOpble ObLIIM OOHapyXe-
HBI B TeHeTUYeCKOM Matepuane S. demissum Lindl. n
HUCMOJIL3YIOTCSI B cTaHmapTHOM Mastenbroek-Black
Habope pacreHuii-nuddepenumaropon [73, 74| misa
paznmuueHus mramMmMoB (pac) P. infestans. Crincox ag-
(eKTOpOB pacuupsieTcs 1Mo Mepe OOHapyKeHUST HO-
BBIX Rpi TeHOB 1 MX UCHOJIb30BaHMSI B OIIBITaX I10 3 -
dexkropomuke [13, 16, 65]. OTKpBITHE, YTO MHOTUE
AVR 6enku P. infestans ipuHamiexar K kjiaccy RXLR
3 dEKTOPOB, MO3BOIMIO HAXOOWUTh B TeHOAHKAX HO-
BBIE TeHBI 3(pPeKTOPOB MeTomaMu OMOMH(OPMATIKH.
K HacrosiiieMy BpeMeHM BbISIBJIEHbl MHOTOUKCIICHHBIE
MUIIEHU 3THX 3P GEKTOPOB, OMHAKO (DYHKIIMM MHOTHX
RXLR cTpykTyp ocrarorcs Hem3BecTHbIMH [13, 16, 22,
38,47, 64, 67].

I'eneTnyeckuii nosmumopdusm Avr renoB. B noiaHo-
CTbIO CEKBEHUpPOBaHHOM TreHoMe IntamMma 130-4 u
JIPYTUX M30JISITOB U mTaMMoB P, infestans RXLR a¢-
¢eKTopbl OBUTH MCCIIETOBAaHbI C TOMOIIBIO Pa3TUYHbBIX
MeToJ0B. MeTonbl 3((HEKTOPOMUKU MCITOb30BAJIH,
YTOOBI OIPENCINTh CISHU(PUIHYIO CITOCOOHOCTh (-
(eKTOpOB BHI3BIBATH KJIETOUHYIO CMEPTh B JIUCThSIX
PasIUYHBIX JUKOPACTYIINX BUAOB Solanum [65]. DTa
paboTa CyIIeCTBEHHO paclliMpuia KpPyr MU3BECTHBIX
Rpi TeHOB U BBISIBUJIA 3HAUUTEIbHOE (DYHKIIMOHAb-
Hoe pa3HooOpa3ue yxe n3BecTHBIX RXLR Avr reHos.
Hx cTpykTypHOE pa3sHOOOpa3rie BOZHUKAET B PE3yilb-
TaTe OYTUTUKALUU Avr TEHOB, MX MTOCJIEAYIONIei peKOM-
OMHALIMM U Pa3IMYHON CyabObl ajuieaeit, oTOMpaeMbIX
YCJIOBUSIMU OKpYXalollleit cpelibl, B TIEPBYIO OUYEPEb,
caMUMM UHDUIIUPYEMBIMU pacTeHUIMHU [54].

CBs13b CTPOCHUSI C (PYHKIIUOHAJIBHBIM TTOJUMOP-
¢usmMoM ObLIa BIIEPBHIE OIlMCaHA B cilydae IeHa
Avr3a. JIBa amnenst 3TOTO TeHAa KOOMPYIOT OenKM
AVR3aKI 1 AVR3aEM, koTopbie pa3inyaroTcs ABY-
MSsI aMUHOKMCJIOTHBIMM OCTaTKaMU, HEIIOCPEICTBEH-
HO BJIMSTIOLIIMMM Ha PEeaKIINIO PACTEHUSI-X03s1MHa: IIep-
BbIii U3 NIBYX OEJIKOB HEIOCPENCTBEHHO aKTUBUPYET
R3a xunazy pactenus Solanum v BEI3bIBaeT UMMYHHYIO
peaxiInio, BTOpOi OEJIOK, BUPYJIEHTHBIN Avr3a obecrie-
YHUBaeT BUPYJICHTHOCTb HAa MPOTSDKEHUU OMOTPOdHOI
¢a3pl matoreHe3a. YnaiaeHue C-KOHIIEBOTO OCTaTKa
tupo3nHa y AVR3aKI He Bauster Ha pacrio3HaBaHUe
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R3a, vo mumraer AVR3aKI crmocobHOCTH TTONABISITH
CMEPTH KJIETOK, ITpoajieBast ouotpodHyto daszy [75].

IMonynssuMoHHbIE MCCIENOBaHUSl CYIIECTBEHHO
paclipuiii HalllM 3HaHUsI O pazHooOpaznm RXLR
AvrreHoB. KiloHMpoBaHUe U CEKBEHUPOBaHUE MOJIU -
re”HHoro cemeiictba IpiO u3 uzonsatoB P. infestans, co-
OpaHHbIX B I'Batemaine, Taunanae u CIIA, BeISIBUIN
IIUPOKUIA CIIEKTp ajjiesieil, pas3jinvalluuxcs Io
CTPOEHUIO U KonuitHocTU. PazHooOpa3ue IpiO reHoB
KOppEeIUpoBajIo C arpeCCUBHOCThIO MaToreHa. I'eH
Rpi-blb1 xaprodens omoszHaBan 3¢pdpekrop IPI-O1,
OIHAaKO IpYyroil MpeacTaBUTENb TOTO Xe CEMEencTBa
IPI-O4 us6eran pacriodHaBaHusi U yrHetadl HR, BbI-
3BaHHy0 B3anMoneiicrsuem IPI-O1 ¢ Rpi-bib 1. BeizBaH-
Hoe IPI-O4 nomasnenue pacno3naBanus I1PI1-O1 omnpe-
JIeJISIET TTOBBIIIIEHHYIO arPECCUBHOCTH ITaTtoreHa [76].

ApyruM TIpuMepoM 3HAUYUTEIbHOTO aJlJIeJbHOTO
nomMopdr3Ma reHoB 3 (GEKTOPOB CITYKUT CEMENCTBO
Avr-blb2. 'Y mitamma T30-4 P, infestans Bapyaiiiy oTMe-
YyeHbl y 24 u3 279 ucciaenoBaHHBIX HYKJICOTUIHBIX TT0-
cienoBaTesIbHOCTeN, Tpu 3ToM U3 14 moauMopdHbIX
CaliTOB AeCSATh ObLIU JIOKaTU30BaHbl B C-KOHIIEBOM
JoMeHe 3ddekTopa. AMUHOKUCIOTHBIN OCTaTOK B
MMOJIOKEHUU 69 ompenessul 3allMTHYIO PeakIInio,
ONOCpPEIOBaHHYIO TeHOM Rpi-blb2: cpenu deThIpex
BapuaHTOB 6eiika AVR-BLB2, Phe-69 npernstcTByeT
akTuBauuu Rpi-blb2, v 3TO TOBOPUT O TOM, YTO BUPY-
JICHTHBIN ajuieb BO3HUK JJIsl TOTO, YTOObI U30eXaTh
€ro y3HaBaHUsI TeHOM ycToiuuBocTH [64]. M3yuyeHne
cTpoeHust TeHa Avr-blb2 B T1o0aIbHON MeTaIoIyJIs -
mun P, infestans (352 n3onsara, coopaHHbIX ¢ 13 pa3-
JIMYHBIX PacTeHUI-X03s1eB B 23 cTpaHaXx) ITO3BOJISIET
MPEATnoaoXuTb, UTo Avr-blb2 mosiBUICA BHavalle y
BUJA-TIPapoaAUTENIsi KaK eIMHCTBEHHAs KOS T'eHa, a
3aTeM JIMBEPTUPOBAJI IO Mepe TOro, KakK KJIIOHBI 3TOi
mmHuu Phytophthora nHpupoBanu pacteHus Sola-
num BO BCEM MUpPE. YAMBUTEILHO, YTO B TTOMYJISILIUSIX
P. infestans Mbl ceronHsi HaXoAUM BCE BapUaHTbI Avr-
blb2: oueBUIHO, MATOTeHY BBITOJHO IIOIIEPKMBATh
IYyTUIMIMPOBaHHbIE U (DYHKIIMOHAJIBHO pa3jiiyHbIe
Bepcuu reHa Avr-blb2 [77].

Kyna Oonbmive CTpyKTYpHBIC Pa3IMuMs MEXKIY
aBUPYJICHTHBIMA W BUPYJICHTHBIMU (hOopMaMu ObLIU
HaiileHbl y IBYX IpyTux Avr reHoB. M3yueHue rmocieno-
BaTeJILHOCTEl aBUpyJieHTHOro AVR2 1 BUpyJeHTHOTO
AVR2-like B cepuu TuHUI1 1 U30JSITOB P, infestans oOGHa-
PYKWJIO, YTO OHU Pa3INYaInCh 13 aMUHOKUCIOTHBIMU
OCTaTKaMu, IMPUTOM YTO MOJUMOP(GU3M BHYTPU KaxK-
JIOTO KJjlacca He OBLJI CTOJIb 3HAYUTEJIbHBIM; HEKOTOPEIE
U30JISThI ObLT TOMO3UTOTHBIMU, a IPYTUe — FeTepO3U-
roTHeIMU 1o TeHy Avr2 [78]. Eme cuibHee — 110
38 aMMHOKMCJIOTHBIM OCTaTKaM — pa3/IMyaIicCh aB1-
pyneHTHBIT AVR1 u BupynentHbi AVRI1-like a¢-
dexTopsl [79].

AHanus reHoMa y u3o0is1ToB P. infestans, coopaH-
HbIX B 1100 ciaydasix anuaeMrUYecKOro MPOSBICHUS
durodpToposa kaprodens B Benukobpurtanuu, BbI-
SIBAJI 3HAUYUTEJIbHYIO T€TEPOTreHHOCTb perepTyapa

RXLR sddexropoB. B gactHOoCcTH, HanboJtee arpec-
CUBHBIN U30J1AT 13 A2 conepkai IeCTh HOBBIX Avr a-
JIesieil, BKJII0Yasi BUPYJICHTHBIN TomMoior Avr2, KOTo-
pBIe OTCYTCTBOBAIN Y MonenbHoro mramma T30-4 [5].
3aMeTHBIN ajuIeJIbHBIN TouMopdu3M reqa Avr-vatl
oOHapyxeH B mnonyusuusx P infestans B EBporie u
obenx Amepukax [80], a Takxke B EBporie mmpu cpaB-
HEHUM TOJBCKUX M HOPBEXKCKMX momyiasuuii [81].
Cpemn 96 msomsiToB P, infestans, cOOpaHHBIX B IIIECTH
paiionax Kurasi, KOTOpbIe pa3nuYalvCh ITOTOTHBIMU
YCJIOBUSIMU M arpOTEXHMKOI BO3MEIbIBAHUS KapTode-
JIs, 3HAYUTEJbHBIN MoauMopdu3m reHa Avr3a 1mo3Bo-
JIAJT BBIACTUTD 51 TarIoTHIT, KOOUPYOMmnii 38 aMu-
HOKHWCJIOTHBIX BapuaHTOB [82].

B nmocnegHue roawl o1 uAECHTU(UKAIIUN TEHOB
3¢ peKTOpPOB HAYAJIM UCIOJIb30BAaTh HOBYIO UPE3BHI-
yaiiHo 3¢ dexTuBHyI0 TexHogoruio Pathogen target
enrichment Sequencing (PenSeq); aTa TexHoJiorus
o0JIer4aeT aHajIu3 ajuIeIbHOIO pa3HooOpasus 3dhdek-
TOPOB, JaBasi BO3MOXKHOCTb IIPOBECTU 3BOJIIOIIMOHHBIN
aHaJIU3 TeHOMa W MOMYJISIIMOHHBIE UCCIICIOBAHUS Ma-
toreHa. PenSeq Takxke 1103BOJISIET BEITOIHUTD IIIMPOKO-
MacIuTaOHbIe MCCIeOOBAHNUS M3MEHYMBOCTU (TIpH-
CYTCTBUE/OTCYTCTBUE TeHa) W MOJMMOp(dU3Ma Io-
CJIeTOBaTEIbHOCTE! KIIIOUEBBIX TEHOB IIaTOTeHA, UYTO
SIBJISIETCSI TIPEeIBapUTEIbHBIM yCIoBUeM 3 heKTUB-
HOTO HCIIOJIb30BaHUSI T€HOB YCTOMYMBOCTU pacTe-
Hus1-xo3suHa. Tak, ncnoiab3oBanue PenSeq mis ana-
JIN3a HECKOJILKUX IMHUI P. infestans, Bkaodast 13 A2
n EC-1, nmo3Bonuiio oGHapy:kuUTh 16 mocieaoBaTeb-
HocTteili RXLR a¢ddexTopoB, 0TCYyTCTBOBaBIINX B T'e-
aome ymHUM T30-4, KOTOpBIN MCIIOIB30BAJIM TIPHU
cuHTe3e “HaxuBoK” (baits) mj1s oboraieHus Avr re-
HOB IIpU ceKBeHUpoBaHUM. CpaBHEHHE IIECTU pa3-
JIMIHBIX M30JISITOB BBISIBUJIO OCOOCHHOCTH TTpOH-
Jieit (pucyTcTBUE/OTCYTCTBUE T€HOB) U aJUIeIbHBIN
noauMopdu3M paHee oXapaKTepU30BaHHBIX Avrl,
Avr2, Avr3a, Avr3b, Avrd, Avr-Smira2=AvrS, Avr-Smi-
ral=Avr9, Avr10; Avr-vntl, Avr-blb I v Avr-blb2TreHoB.
Kpome Toro, ato PenSeq nccnengoBanue pacimpuio
CIIMCOK AVvr TEHOB-KaHAWIATOB 3a MPEeae/Ibl MOACIb-
HBIX TTOCJIeoBaTeIbHOCTEM, NCMOJIb30BaHHBIX B Ka-
4ecTBE “HaXMBOK” Ui OOOTalllEHUS T€HOB-MUIIIE-
Hel; Takoe paclIMpeHrE CIIMCKAa IeHOB OBLIO 0OCO-
OEHHO 3aMETHBIM B CJIyyae KOMILIEKCOB I'€HOB, IS
KOTOPBIX XapaKTePeH 3HAUYNTEIbHBIN a/lIeIbHbIA IT0-
mamMopdusm [38]. Ipyrum mpuMepoM ajiieTbHOM T -
BepcuduKalu Avr TeHOB CTaJI0 HEJaBHEE UCCIeI0-
BaHUe S. americanum Mill., Buna, KOTOpBIil HE SIBIISI-
€TCsI TUIIMYHBIM PaCTeHHUEM-XO35IMHOM (non-host)
P. infestans. Y deTbipex uzonsatoB P. infestans, aBupy-
JICHTHBIX IT0 OTHOIIICHMIO K PACTCHUSIM KapTodest, He-
cymmM reH Rpi-amrl (EU13_A2, EC1_Al, EU6 Al u
US23), uccinenoBanu 47 reHOB 3(p(HEKTOPOB C BHICO-
KOi1 CKOPOCTBIO 3KCIIPECCUY C TIOMOIIBIO OTHOMOJIE-
KYJISIDHOTO CEKBEHMPOBAaHUSI B PEaJIbHOM BpeMEHU
(single-molecule real-time sequencing, SMRT RenSeq)
n PenSeq monrouyutaemeix (long-read) mociemoBa-
teapHOCcTeM M KJIHK. HoBBIit reH 011 MIeHTU UM -
®U3UOJIOTUS PACTEHUN Ne 2
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poBaH Kak Avr-amrl o HR, KoTopyro Habmomanm
MPU TPAH3UTOPHOM KO-3KCIIPECCUU C COOTBETCTBY-
IOIIUM TeHOM Rpi-amr 1 B pacteHusix N. benthamiana.
B rerome T30-4 BHOBb OXapaKTepU30BAHHBIN JTOKYC
Avr-amr 1 pacrionoxeH BOJIN3M yKe U3BECTHBIX TEHOB
addekTopoB AvrE u Avr-Smiral [83].

C TOUKM 3peHUsI OMOJOTMU TTOMYJISILIUIA U 3BOJIIO-
mun P. infestans, PenSeq ananu3 Avr reHOB oOJiagaet
BaXKHBIM [IPEUMYIIIECTBOM: B YCJIOBUSIX TTOJIOKUTEb-
HOTO, WK OaJlaHCUPYIOIIEr0 OTOOpa OH MO3BOJISIET
HaIpsIMyI0 HMCCIeI0BaTh T€HETUYECKYI0 W3MEHYU-
BOCTb areéHTOB BUPYJCHTHOCTHU, BBISIBJISISI TPUYUHBI
reHeTUYEeCKUX U3MEHEHUI U XapakTep aJaallTUBHOM
9BOJIIOLIMY JIyYllle, YeM MPU CEKBEHUPOBAHUU BCETO
reHoMa. TpaHckpurnToMHbie npoduyiv reHoB RXLR
3 deKTOPOB, Mccaea0BaHHbIE B X0/Ie pa3BUTUS 00-
JIE3HU, TTIOKa3aJIu, YTO IKCIIPECCHs STUX T€HOB PE3KO
yCUJIMBaeTCsI Ha paHHeM OMOTpodHOM 3Tare 3apa-
XKeHUS KapTodeist. DTU PO UIN JIETKO COOTHECTH C
KOHKPETHbBIMU MHCTPYMEHTAaMM YCTOMYMBOCTU pac-
TEHMSsI, B3aUMOJICHICTBYIOIIIETO C TTAaTOTCHOM.

Ecnu nemorpacduyeckue ucciaegoBaHusi ahdek-
TOPOB II03BOJISIIOT CYIUTh O IIOTeHIIMAJIbHOM apceHa-
e P infestans, To ipouiab 3KCIIpeccun Avr T€HOB,
BEPOSITHO, TOBOPUT 00 MX aKTMBHOM pernepryape.
YHuKajgbpHasi ClioCOOHOCTh JTMHUM 13 A2 mopaxaTh
copTa KapTodelsl oKazajach pe3yJIbTaTOM H3MEHe-
HUI B KOOMPYIOIIMX ITOCJIEIOBATEIBHOCTSAX AVF Te-
HOB 1 XapaKTepe dKCIPEeCCUU 3TUX TeHOB. B ombITax
in planta miIs 3TO JWHWU ITOKa3aHBI XapaKTepPHBIC
M3MEHEHUs] MHAYKIMY TeHOB BO BpeMeHU. B otiu-
yue oT mramma 130-4, y aToro reHoTuIa cuenuduy-
HO sKkcrpeccupoBanuck 20 reHoB RXLR addekro-
pOB, MpU 3TOM HauboJiee aKTUBHO 3KCIIpeccupye-
MBEIE TeHbI, B ToM unciie Avr-blb 1, Avr-blb2wu Avr-vntl,
COXpaHSJIM 3aMETHBII YPOBEHb 3KCIIPECCUU B TEUEC-
Hue 2—3 nHel 1ocie 3apaXkeHus, B IIOJJHOM CorJjia-
CUM C KPUBOM pa3BuTus GpuUTodpTopo3a, 1, BEPOSITHO,
BHOCWJIM BaXKHBIM BKJIa[ B HapacTaIOIIYIO arpeCcCUB-
HocTh IuHuM 13_A2 [5].

Crpareruto riayookoro NGS TpaHCKpUIITOMOB,
OCHOBaHHYIO Ha KOHCEPBAaTUBHOCTHU IIOCJIEIOBATEIIb-
Hocteil reHoB RXLR 3ddexTopoB, mcrionbp3oBaimn
ISl CpaBHEHMUSI TISITU IITaMMOB P, infestans 13 ceBe-
po-3aragHoro M 1oxHoro Kuras u EBporsl, mpen-
CTaBJISIIONINX pa3HbIe TUIBI CKPEIIMBAaHUS, TAaIIOTH-
ITbI ¥ TTATOTUIIBI; 3TO UCCEeA0BaHNE UACHTU(MULIUPO-
BaJIo KOHCEepBaTUBHEIE OCHOBHEIE (core) reHbl RXLR
3¢ PEeKTOPOB, OIPEHCHSIONINEe BUPYISHTHOCTD. ['e-
Hbl Avr2, Avr3a, Avr-blb 1, Avr-vntI v Avr-Smira I 5Kc-
IIPECCUPOBAJINCH Y BCEX MCCIEIOBAaHHBIX IIITAMMOB,
KaXnblid n3 TeHOB Avr3b, Avrd, Avr-blb2 v Avr-Smira2
BKCIIPECCUPOBAJICS Y ABYX-YeThIpeX IIITAMMOB, a TeH
Avrl — TonbKko y ogHoro [58]. B moMuHMpyOmeM B
Anpax xinoHe EC-1 Obutu HaiimeHbl MHOTOYMCIICH-
Hble BapUalluMi CTPYKTYPhI U YMCJIa KOTINi AVF TEHOB.
HexoTopble 13 HUX OBLIM CBSI3aHBI C TIOTEpeil reTe-
PO3UTOTHOCTHU B MUTO3¢. OMHAKO CAMBIMM ITpUMEYa-
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TEeJILHBIMU OKa3aJINCh Pa3indus U30JISITOB IO CKO-
POCTH 3KCHPECCUU MHOTUX Avr T€HOB — MpPU MOJI-
HOM OTCYTCTBMM Pa3JIMUMUil B IIOCJIENOBATEIbHOCTHU
STUX TeHOB. B 3TOM ciyyae caiilieHCUHT TeHa (-
deKTopa ITO3BOJISI M30eXaTh €ro pacro3HaBaHUS
Rpi renamu [60].

Solanum: TEHBI, PACITO3HAIOIIIME
ITATOTEHBI U TIPOTUBOCTOMAIINWE UM

KaprupoBanue nmpu3HAKOB M NpPEINOJIaraeMbIX re-
HOB yCTOYMBOCTH K putodToposy. C Havana 1990 rr.
JUIST KapTUpoBaHUSI Rpi TeHOB-KAHIWAATOB Y KYJIb-
TYPHBIX 1 DUKOPACTYIINX BUAOB Solanum meTomaMu
HEPaBHOBECHOI'O CLEIUICHUSI UM acCOLIMaTUBHOTO
aHaJIM3a UCIoab3yeTcsl HecKoJibko BuaoB JIHK map-
kepoB: RFLP, Amplified Fragment Length Polymor-
phism (AFLP), Simple Sequence Repeats, — a mo3:xe
Single Nucleotide Polymorphism (SNP) mapkepsbl u
diversity array technology. Hambonee HamexXHBI Map-
Kephl, MOCIEI0BATEIbHOCTU KOTOPBIX PACTIONIOXEHBI
BHYTPM IIOCJICAOBATEIbHOCTU I'eHa WJIM HEIOCpe-
CTBEHHO MPHUMBIKAIOT K €€ KOHIIAM: B TAKMX CIIydasx
PEKOMOMHALIMS MEXIY MapKEepPHbIM ajijiejieM U MpU-
3HAKOM YCTOMYMBOCTH BCTPEYAETCS PEIKO WM BOBCE HE
MIPOMCXOIUT AaXKe MOCJIe MHOTOYMCIEHHBIX CKPEIITBa-
Huil. Takue ocHoBaHHbIe Ha TP mapkepsl, Kak Se-
quence Characterized Amplified Region (SCAR) wiu
Cleaved Amplified Polymorphic Sequences, 1mo3Bo-
JIMJIA C BBICOKOI TOUHOCTBIO KapTUpPOBaTh Rpi TeHbI-
KaHIUJATBhI U JIOKYCHl KOJIMYECTBEHHBIX ITPU3HAKOB
(Quantitative Trait Loci, QTLs) ycroitunBocTH K 1~
TodToposy [17, 84—87]. Pe3ymbTaThl ITOTHOTEHOMHO-
ro KApTUPOBAHMS U KAPTUPOBAHMS BLICOKOIO pa3peliie-
HUSI TIO3BOIIN CO3[aTh pa3IMdHbIe HAOOPHI BBIPOXK-
JIEHHBIX TpaiiMepoB, PaCcHO3HAIONIMX aHAJIOrM T'€HOB
ycToiunBocTH (resistance gene analogues, RGAs) u nx
KJIaCTephl, M aMITT(PUKALIMS TeHOMA C 3TUMMU ITpaiiMe-
pamMu B codetaHmu ¢ AFLP anammi3oMm cyiiecTBeHHO
pacuIMpuiIa Kpyr IIpeartonaaraeMbiX Rpi rTeHOB. DTOT BbI-
COKOpa3pelIaolIrii METO IIOMCKa ¥ MACHTU(DUKALINIA
(tagging) HOBBIX aJljIeNieil, MOIYYMBILIMIA Ha3BaHUE MO-
tif-directed profiling, ObLT yCIELIHO WCITOIb30BaH ISt
M3ydeHMsI HOBBIX TeHOMOB Solanum n ronuMopdur3mMa
WHIVMBUIYaJIbHBIX TCHOMOB, a COUeTaHUe TaKOTO pro-
filing ¢ NGS o06elaeT orpoMHble TPeUMYIIEeCTBa B
CpaBHEHUM C TexHoJjorueii profiling, ocHoBaHHOI Ha
paznenenuu ¢pparmeHros JIHK B rene [17, 30].

YToOBI CUHTE3MPOBATh JaHHEIE O KapTUPOBAHUN
JIOKYCOB TIOJINTEHHOI YCTOMYMBOCTH K (PUTODTOPO3Y,
IBanaTh onqHa Kapta QTLs Obl1a coBMellleHa ¢ Boce-
MbIO OIOPHBIMY T'eHETUYECKUMU KapTamMu KapTodens,
MOJIyYEHHBIMU C TOMOIIBIO PA3INYHBIX MAapKepOB, B
KOHCEHCYCHYIO KapTy, Hecylyio 2141 mapkep, 1 Bcs
coBokynHocTh QTLs Obl1a mpeacTaBieHa B BUIE Me-
Ta-QTLs. Meta-QTLs ycroitumBocti K (prtodTOpO3y
ObLTM HalieHbl Ha Bcex 12 xpoMocoMax KapTodensi, u
HEKOTOpPEIC U3 3TUX JIOKYCOB COBITAAAJIN C ITOJI0XKE-
HUeM yxe u3BecTHbIX Rpi reHoB [88]. dpyrue QTLs
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YCTOMUMBOCTH K (puTOoTOPO3y HE COBIIAAIM C Ta-
kuMu Rpi reHamMmu U1 RGAs; B 3THUX JOKycaX MOXHO
uckatb HoBble Rpi reHbl. O6mactu QTLs, KapTupo-
BaHHBIC CTaHAAPTHBIMM METOHAMMU, IOKPHIBAIOT HA
¢U3MUECKON KapTe YJacTKU JIMHOM HECKOJIBKO
MJIH. II.H. ¥ COACpKAaT MHOXECTBO I'€HOB C pa3/idd-
HbIMU (HYHKIUSIMUA. YTOOBI IPEeOI0JIETh 3TO 3aTPY/I-
HEHMeE, CEKBEHUPYIOT 00JIbIIIME (PparMeHTH TCHOMOB
WIN 1Ieble TeHOMBI. CKpMHUHT KOJUIEKIIUIA KapTo-
densg MeTomaMu 3PPEKTOPOMUKN TAKKE pACITUPSIET
Kpyr Rpi reHOB Ha OCHOBE MX (PYHKIIMOHAJILHOM aK-
TUBHOCTH [16, 17, 65, 66], 0oMHAKO 3TU JaHHBIE YACTO
TPYIHO coriacoBaTh ¢ pe3ynbratamMu QTL ananmza.

Obnapyacenue Rpi eenos. meHTNMUKALISL BCETO
Habopa TE€HOB, OIIPEICISIONINX YCTOMYMBOCTD K
P. infestans, — obsi3aTebHOE YCJIOBHUE IJISI TOHUMA-
HUST MOJIEKYJISIDHOII MPUPOABI pa3IMYHOIO TEUCHUS
00s1e3HM. 3a ABa MOCJIeNHUX AECITUIETUI ObLIN Hali-
JIEHBI U KJIOHUpOoBaHbI 6ojiee 20 Rpi reHOB quKopac-
Tymmx BUI0B Solanum. CeKBeHUPOBAHUE YK€ OXapaK-
TepU30BaHHBIX Rpi TeHOB I10KAa3ajI0, YTO BCE OHU MPH-
HamnexaT K CC-NB-LRR knaccy. Jlydine napyrux
OXapaKTepr30BaHbI TeH R/ 1 ero aHajoru B KjacTepe
TEHOB Ha XpomMocome 5 S. demissum, TeH R2 u3
S. demissum, ero opronor Rpi-blb3 w3 S. bulbocastanum
Dun. 1 ux opTojioru U3 HeCKOJbKUX APYTUX BUIOB B
0OJIBIIIOM KJIacTepe Ha XxpomocoMe 4, reH Rpi-blb2 13
S. bulbocastanum Ha xpoMocoMe 6, TeHbl Rpi-blb1 n
Rpi-bt1n3 Toro xe Buna u Rpi-sto1=Rpi-plt I=Rpi-pta
u3 S. stoloniferum Schlechtd. et Bché., S. polytrichon
Rydb. u S. papita Rydb. Ha xpomocome 8, reH Rpi-vnt ]
u3 S. venturii Hawkes et Hjerting 1 ero oproyioru us
MHOTOYHCJIEHHBIX I0)KHOAMEPUKAHCKMX BUIOB Sola-
num Ha xpoMocome 9 u reHbl RS R9a u3 S. demissum
Ha TOM XKe XpoMocoMe, TeH Rpi-chcl u3 S. chacoense
Bitt. ma xpomocome 10 m TeHBI R3a u R3b u3
S. demissum Ha xpomocome 11 [10, 13, 14, 16, 17, 29,
37]. IlocnenoBaTeIbHOCTH e1lle¢ HECKOJIbKMX UIEHT-
¢unmupoBaHHBIX Rpi T€HOB-KAaHIMIATOB II0OKa HE
onyoaukoBaHbl. CpaBHUTEJIbHOE CEKBEHUPOBaHUE
OTIEJIbHBIX Rpi TeHOB U1 LeJIbIX TEHOMOB KIIyOHEHOC-
HBIX BUIOB Solanum v 3a X IIpeaeaaMu 00HapyKIIJIO
(YHKIIMOHAIBLHO CXOIHBbIE (DOPMBI Rpi TeHOB 1 BbISIBU-
JIO OOIIMPHBIN aJUIeIbHBINA MOJIMMOP(hU3M, KOTOPbIit
elle IPeACTOMT OLIEHUTh CelIeKIMoHepaMm. B 1iemnom,
KJIyOHEHOCHBIE U HEKJIyOHEHOCHbIE BUIBI Solanum,
0Cco0eHHO BUAbI M3 HOXHOI AMEpUKHU, OTKPBIBAIOT
IIMPOYANIIIE BO3MOXHOCTUA IS DBOJIOLMUOHHBIX
rcclieoBaHUM Rpi TeHOB U X UCIOJIb30BaHUS B Ce-
Jiekuuu kaprodens [28, 29, 31, 89].

AHanu3 TeHoMa yIBOEHHOro MoHorouaa S. fu-
berosum rpyrma Phureja x1oH DM [90] npenckasai
npucyrctBue 361 CC-NB-LRR rena, pacnosaoxeH-
HOro Ha Bcex 12 xpoMocomax. BoJIbIMMHCTBO 3THUX Te-
HOB (PM3MYECKM OPraHU30BaHbI B KJIACTEPhI, B OCHOB-
HOM TOMOTE€HHBIE, YTO MO3BOJISIET MPEAroaararb, YTo
OHM CPaBHUTEJILHO HEAABHO IUBEPIUPOBATIA OT 00I11Ie-
ro npeaka. IlpumedarensHo, yro B oTimurie oT RXLR
3¢ PEKTOPOB, COCPETOTOUCHHBIX B OCTHBIX IPYTUMH

reHamu ydactkax reHoma P infestans, CC-NB-LRR
reHbl HAaXOSITCS B y4acTKax reHoMa KapTodes, HU-
yeM HE BBIICISIONINXCS IO IUIOTHOCTU T€HOB WU
noBTopoB [91]. K HacTosImieMy BpeMeHU OIHBIE TI0-
CJIeIOBATEIbHOCTU T€HOMOB TTOJTyYeHBI 1 OITyOJIMKO-
BaHEI ellle I HECKOJIBKUX KYJIbTYPHBIX BUAOB Kap-
Todbensa: MOIUTIIIONIHBIX S. Xchaucha Juz. et Buk.,
S. curtilobum Juz. et Buk., S.juzepczukii Buk. u
S. tuberosum subsp. andigena Hawkes u subsp. fu-
berosum L. [92], u &OByX IMKOPACTYyIIMX BUIOB:
S. commersonii Dun. [93] u S. chacoense [94]. D1tu no-
CJIeIOBaTEIbHOCTH ITOMOTAIOT OLIEHUTH pa3HOOOpa-
3ue cTpykryp, coorBeTcTByIommx CC-NB-LRR Rpi
reHaM U UX TOMOJIoraM, U U3yYUThb KJIACTEPHYIO Opra-
HU3auIo Rpi TeHOB.

XapakTepHO CXOICTBO B OpraHM3alliM YXe U3-
BECTHBIX KJIaCTEPOB Rpi TEHOB B pa3IUYHbIX TeHOMAaX
Solanum. Tlo Bceit BUOIMMOCTH, HEKOTOPHIC JIMHUM
Rpi reHOB MOSIBUIIMCH €111e A0 TUBEPTeHIINN KIyOHe-
oOpasyolux BUIOB Solanum; nanee, BCIEI 3a DBO-
JIIOLMEN TeHOMOB, KOTOpasl olpeaeiniaa HbIHEIIHUHA
JaHamadT 3TUX BUIOB B IBYX AMepUKax, Hayajcs He-
3aBUCHMBII IIPOLIECC afallTalliy pa3InYHbIX Rpi TeHOB
K MECTHBIM ItomyssiiusM maroreHa [95]. Ilopaxaer
CIyJaii KOHTPACTHOTO pacIpeleeHUsI TeHOB y AUKO-
pacTymmx BUIOB KapTodensi: reHbl Rpi-blb I=Rpi-stol
HaliIeHBl TOJIbKO Y MEKCUKAHCKMX BUIOB CEpUil
Bulbocastana u Longipedicellata, B To BpeMs1 Kak I'eH
Rpi-vntl xapakTepeH i1 I0XHOAMEPUKAHCKIX BUIOB
Tuberosa [16]. YaBoeHue Bcero reHoMa, n3dbupaTeibHast
TaHAeMHasl OyTUITMKALWs W yaepxkaHue (retention) re-
HOB, PaBHO KaK BHYTPUT€HHAs I MEXKTeHHAasI peKOMOU-
Hanusa 1 koaBepcust CC-NB-LRR renoB, onmmcanHbie
MOJIEJIBIO SBOJIIOLIMY T€HOB YCTOMYMBOCTH IO, Ha3Ba-
HUEM “pOXICHUE-N-CMEPTh”’, HAIIOJHSIOT pe3epByap
TeHOB KapTodensl 4pe3BbIYAliHO pPa3HOOOpa3ZHBIMU
CTPYKTypaMu, KOTOpBIE CJy>KaT MaTepuaioM IJIsl
€CTECTBEHHOI'0 M MCKYCCTBEHHOI'O IUBEPCUPUILIPY-
IOIIIETO OTOOPA; IEJIO CEIeKIIMOHEPOB — BBIOPATh U3
3TOTO OTPOMHOrO pe3epByapa JIMHUM He3aBUCUMBIX
T€HOB CO CITeIM(PUYHOCTHIO K Pa3jIMYHBIM I1aTore-
HaMm [1, 50]. Kimacrepmn3amms TeHOB MOXKET pacIliv-
pATH TMOMMOP(MU3M MX MocjieaoBaTe/ibHOCTe OJia-
rogapsi BHYTpU- U MEXICHHOW MEMOTUYECKOU pe-
KOMOMHAIIMK, NPUBOAS K IOSBICHHUIO CTPYKTYpP C
HOBoI cneuuduuHocThio [13]. B kauecTBe nmpuMepa
MOXHO YyKa3aTh Ha 3BOJIIOLHIO ITOYTH ITOTHOCTBLIO
UASHTUYHBIX CTPYKTYp y KapTodensi, B pe3yabTraTe
kotopoit Bo3HukJIM 1Ba CC-NB-LRR rena ycroii-
YUBOCTH K CTOJIb Pa3IMYHBIM 0OJIE3HSIM, KaK ITOpaxke-
HUe LrcToobpasylonieit HeMaTtonoit Globodera pallida
u Potato virus X [96].

Takue HOBbIe TEXHOJIOTUU CEKBEHUPOBAaHUS, KaK
NGS, reHepupyloT JaHHbIE CO CKOPOCTbhIO, HA He-
CKOJIBKO TIOPSIAKOB BEJIWYMHBI TIPEBOCXONSIIEH Ty,
YTO JOCTUT TN TPATAULIMOHHbIE TEXHOJIOTUHU TIpEeIIiie-
cTBytonlero rnepuona. TexHonorusi RenSeq (Resis-
tance gene enrichment Sequencing) BKIIo4aeT KOH-
CTpyMpOBaHME “HaxXMBOK~’ Ha OCHOBE ITOCJIEIOBa-
®UBNOJIOTUS PACTEHUN Ne 2
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TeabHOCTEN n3BeCTHRIX ceMeiicTB NB-LRR reHoB u
CEKBEHUpPOBaHHE OOOTallleHHBIX TAKUM 00pa3oM 00-
pasioB NB-LRR RGAs [34]. BeiaeneHue uHTepecy-
IOIIMX MCCJIeNoBaTeIsI CEMEMCTB T'€HOB II03BOJISICT
W3YYUTh CIeHU(PUIeCKue KOMIIOHEHTbI T'€HOMa.
Bbiaromaps cylecTBeHHOMY YMEHBIIEHUIO Pa3MepOB
¥ YIPOIIEHUIO COCTaBa aHAIU3UPYEMbIX (DparMeHTOB
reHoMa eIle [0 CPaBHUTEIbHOIO CEKBEHMPOBAHMS,
3TOT METOJI 3HAYUTEJILHO 0bJieTyaeT oOHapykeHue Rpi
T€HOB M X BBLICOKOKAYE€CTBEHHYIO aHHOTa1uio. B ciry-
yae reHoma kiioHa DM S. tuberosum meton RenSeq
BbISIBUJI TT0YTH BiaBoe 0ojbiiie NB-LRR reHoB, yem
MMOJIHOE CeKBeHHpoBaHue reHoMa [90]. DTa TexHoJ10-
TUsI MO3BOJIMJIa TaKxKe ObICTpo oToopath SNP Mapke-
pbI, KOCETPErupyoolre C J0KyCaMHU YCTOMYMBOCTU K
P. infestans y HeCKOJIbKMX BUIOB Solanum, 1 C TIOMO-
IIIbIO 9TUX MAPKEPOB BBISIBUTH Rpi T€HbI-KaHIUAAThI
B €llle HE OxapaKTepM30BaHHLIX TeHoMmax Solanum.
BaxxHbBIM 1TOICIIOpEEM B IPUMEHEHUM HOBBIX METO-
JIOB CTajlo pa3BUTHE BBICOKOpAa3pelIaloInuX OMOUH-
dopMaTUIECKMX METOAOB OOHAPYXEHUS U UCCIICIO-
BaHUS OJMMOpP¢HU3Ma T€HOB.

OnHako BO3HMKAET BoIpoc, Kakas noiss CC-NB-
LRR Rpi reHOB-KaHIMIATOB, OOHAPYXEHHBIX IIpU
IMOJTHOM CEeKBEeHUpOBaHUU TeHoMma winu RenSeq me-
TOJIOM, YYacTBYET B YCTOMUMBOCTU K (pUTOPTOPO3Y.
CrabmnbHast TpaHcOpMaIs BOCIIPUAMYNBEIX K DU-
TohTOPO3y COPTOB KapTO(desi B yCTOMUMBBIE C TTOMO-
IO TIpeATTonaraeMbiX Rpi TEHOB SIBJISIETCSI HAIEXKHBIM,
HO YPe3BbIYATHO JOPOIMM U TPYIOEMKUM J0Ka3aTelb-
CTBOM MX (DYHKLIMOHAJILHOCTH. bosiee moCcTyImHbIMU Me-
TogaMu Bapgauuu Rpi TeHOB SBJsTIoTcs 3¢ ¢eKTopo-
MUKa, OCHOBaHHAs Ha TPAaH3UEHTHOI TpaHc(hOpMaIiu
pactenmit [66], meta-QTL anamm3 [88], mMapKepHBbIit
aHaJIM3 U TPAaHCKPUNITOMHBII aHAJIM3 paCTEHUI KapTo-
denst, nHupoBaHHBIX P, infestans.

NGS texnonoruu [15, 17, 34, 35, 37] pe3ko ycKopH-
JIU KapTUPOBAHUE BbICOKOTO pa3pelieHrsi 1 0OHapyxe-
HU1E HOBBIX TEHOB U OTKPBUIM HOBbIE BO3MOXKHOCTH JIJIsT
CPaBHUTEJIbHBIX UCCIIEIOBAHUI T€HOMOB (T€HOTUIIU -
pOBaHUE MYyTEM CEKBEHUPOBAHUS, MOJTHOTEHOMHOE
CEKBEHUPOBAHUE, OAPKOAWHT U T.1I.) U TPAHCKPUIITO-
MoB (RenSeq, Candidate gene-Sequencing, Bulked seg-
regant RNA-Seq, QTL-Seq, dRenSeq u ap.). Jdanb-
HEUIIUM PA3BUTHUEM CEPUMHOIO aHajau3a IKCIpec-
cum reHoB (serial analysis of gene expression, SAGE)
cranr DeepSAGE meron TpaHCKpPUIITOMHOTO aHaJIM-
3a; MpU U3YyYEeHUU B3aMOACHCTBUS PACTCHUSI-X0351-
WHa C TTaTOTeHOM 3TOT METOA OOHApy>KUBAeT HOBbIE
reHbl-KaHauaaTtel. [Ipy u3ydyeHUM 3TUM METOIOM
COBMECTUMBIX U HECOBMECTUMBIX B3aMMOICCTBUIL
pacTeHus W TaToreHa 1o XOAy pa3BUTHUsI OOJie3HU
TPAHCKPUMLIMS TOJUTEHHBIX CEMENCTB, KaK MpaBu-
J0, orBevarolux 3a PTI 3amuuTHbIe peakyuu, CUIb-
Hee M3MEHSJIach Y BOCIIPUUMYUBBIX pacTeHuid [97].
HcnonwzoBanue apyroit pasHoBugHoctd SAGE texHo-
Joruu, SuperSage, 1ajilo MHOIO HOBOM MH(MOpMaLU1 O
CrelM(pUIHOM yCWIEHUM WM oOcaabjJeHun TpaH-
CKPMIILIMU OT/JIENbHBIX TEHOB, BKJIOUasi T€Hbl YCTOMUM-
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BOCTH K (prTOPTOPO3Y, IPH BTOPKEHNM TTaToreHa [33].
IIpyu cpaBHEHMU TPAHCKPUITOMOB YCTOMYUBBIX U
BOCIIPUMUMYMBBIX T€HOTHUIIOB KapTodess METOAOM
RNA-Seq, y ycroitumBoro copta Sarpo Mira skcmpec-
CHPOBAJIOCH TIPUOJIM3UTEIIBHO Ha 4YETBEPTh OOJIbIIIC
MPEeNIoaaraéMbIX T€HOB YCTOMYMBOCTH, YEM Y BOC-
MNpUUMUYUBOTO copta Desiree, omHAKO HM ONUH U3
OOHapy>XeHHBIX T€HOB HE MpPUHAIJIEKa]l K YXe 13-
BECTHBIM Rpi renam [98].

I1pu nanbHeieM ycoBeplieHCTBOBaHUMU RenSeq
TEXHOJOTUN celIM(PUIHBIE “HAaXXUBKNU~, CKOHCTPY-
WPOBaHHBIE IS 3aXBaTa U CEKBEHUpPOBaHUs par-
MmeHTOB JIHK, ObITM yKOpOUYEHBI 10 pa3MepoB, COOT-
BETCTBYIOIIIUX CpelHel NruHe Rpi reHa-KaHAuaaTa,
U U1 KJIOHWUPOBAHUS UHAUBUAYAJbHBIX Rpi T€HOB
ucnoibzoBaiu SMRT RenSeq MeTon. DTo mo3BoJisi-
eT cobpatb de novo Rpi reHbl, UX PeryIsITOpHbIE dJie-
MEHTHI U CJIOXKHBIE JIOKYCHI, 1axKe padoTasi ¢ HeAoCTa-
TOYHO OXapaKTepU30BAaHHBIM T€HETUUYECKUM MaTe-
pUaoM, U ObICTPO KJIOHUPOBATh MHOTOYMCJIEHHbIE
HOBbIe RpireHsl [15, 35].

Pacimmmpenue kpyra “HaxXuBOK” IJIsI 3axBaTa Te-
HOB-KaHIWJATOB MPUBEJIO K CO3MaHUIO €l OIHOIO
MOIITHOTO M 3KOHOMMYECKM 3(D(PEKTUBHOIO IIPUIO-
keHuss RenSeq TexHoJiorMu Kak AUAarHOCTUYECKOTO
nHcTtpyMeHTa (dRenSeq). MeTton omnpenensieT yxKe U3-
BECTHBIE Rpi TeHbl, HAIEXXHO MX UACHTUDUIIUPYET, a
TakKe MO3BOJISIET BAIMAUPOBATH ITOJIHBIE TIOCJIeI0Ba-
TEJIbHOCTH YK€ U3BECTHBIX (DYHKIIMOHAJIbHBIX Rpi re-
HOB B T€HETUYECKUX KOJUIEKIMSIX U CEISKIIMOHHBIX
nporpamMmax. B 3aBUCMMOCTH OT yCJIOBUIA THOpHAN3a-
M (stringency conditions, mismatch rates) nmpu 3a-
xBare Rpi reHoB 1 RGAs, meTton dRenSeq nmo3sossieT
TaKXKe BBISIBUTH paHee HEU3BECTHBIE MOIUMOPGU3MBI,
MepCreKTUBHbIC IJIS1 TIOMCKa HOBBIX Rpi TEHOB U HO-
BBIX aJUIeJIeil yxKe oXapaKTepHU30BaHHBIX Rpi T€HOB y
TaKMX HEIOCTAaTOYHO OXapaKTepM30BaHHBIX BUIOB,
Kak S. americanum, S. andigena, S. pinnatisectum Dun.
u S. verrucosum Schlechtd. [37, 38, 57, 99, 100]. B ciy-
yae S. andigena 3TOT METO[I YCIIEIITHO Pa3IMYMII YCUIIE-
HUE U ocjablieHe TPaHCKPUIILIUY OTACIbHBIX TEHOB:
P COBMECTUMOM B3aMMOIEHCTBUY T€HBI BOCIIPUM--
YUBOCTU UHIYLIMPOBAIMCH CUJIbHEE, YeM MpPU HECOB-
MECTUMOM B3auMoAeiicTBUU. YTOOBI CBSI3aTh YCTOM-
4yuBOCTb 0Opa3na S. andigena 03112-233 x P. infestans ¢
M3BECTHBIMU WJIM BHOBb OOHAPYXE€HHBIMM TI€HaMU
ycroitunBocTy, mjisd dRenSeq aHaim3a Mcnojb30Bain
21 u3BecTHbI (byHKIIMOHAIBHBIN Rpi reH. Hu onuH u3
HUX HE YIaJI0Ch BBISIBUTH IIPY 3TOM aHa/IM3€e, TaK 4To,
10 BCeii BUIMMOCTH, 32 YCTOUMBOCTBIO 3TOr0 00pas-
1a K P, infestans cTouT HEU3BECTHEIN I'eH [57].

BMECTO 3AKJIIOYEHWA:
ITPAKTUYECKOE MNCITOJIb3OBAHUE
PE3VJIbTATOB HOBbIX MOJIEKVJISIPHBIX
NCCIEJOBAHUN GPUTOPTOPO3A

CeronHs MBI CTaJIM CBUACTEIISIMUA YCIICIIIHOTO UC-
II0JIb30BaHUA PE3YJIbTAaTOB I'CHCTUYCCKUX WM T'CHOM-
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HBIX HCCJIeNOBaHMI KapTodensa B CEeIEKIUU KapTo-
dens. DKcrnepuMeHTaIbHbIC JaHHBIE, MMOJYy4EeHHBIC
Oaromapsi HOBEHMIIIMM MOJIEKYJISPHBIM TE€XHOJOTH-
sIM, ¥ BO3ZHMKIIIME Ha MX OCHOBE HOBBIE IIPEICTaBIIC-
HUSI O BpEIOHOCHOCTU MaTOreHa U yCTOMYMBOCTU pac-
TeHMsI OKAa3bIBAlOT 3aMETHOE BO3ACUCTBUE HA CEJICK-
10 KapTodensl Ha JOJITOBPEMEHHYIO YCTOMYMBOCTh
K GUTOPTOPO3Y U CIIOCOOCTBYIOT Pa3BUTHIO MHTETPU-
POBaHHBIX METOJIOB OOPHLOBI C ITOI OOJIE3HBIO.

I'M pacmenus-oughgpepenyuamopst. Bot yxxe rmourtu
CTO JIET IJIs1 pa3InueHus ITaToTUIIOB (pac) P. infestans
mupoko ucroiibdyioT HR peakiuio Mastenbroeck-
Black pacrenuii-nnddepenmuaropon [73, 74]. Uc-
XOJTHO Tpeanosaraim, 4To 3TU copTa KapTodesi co-
JIepxaT 1o ogHOMYy Rpi TeHy, NMepeHeCEHHOMY WU3
S. demissum [9]; onHaKo HEKOTOpbIe U3 OTUX “MOHO-
TeHHBIX” PACTEHUU B AEWCTBUTEIbHOCTU COAEPXKAT
OoJjiee omHOTO Rpi, 4TO MPEISITCTBYET MPaBUIbHOMY
nuarHosy [101]. Kpowme Toro, cyiiecTByronire Habo-
pbl pacteHuii-quddepeHIInaTopoB He coaepxKar re-
HOB, KOTOPHIE B HACTOSsIIIee BpeMsl HanboJiee yCIiel -
HO MCHOJIb3YIOTCSI B CEJIEKIIMU Ha JTOJITOBPEMEHHYIO
ycroitumBoCTh: Rpi-blb1, Rpi-stol, Rpi-blb2, Rpi-vntl
u ap. [8]. PanukaabHBIM BBIXOAOM U3 CO3[ABIIETOCS
MOJIOXKEHUsI cTajla TpaHcghopMaliusl pacTeHU Kap-
Todenss copra Desiree KaxknbiM U3 gecaTu Rpi TeHOB
[101]. Takue mo-HaAcTOsIILIEMY MOHOTEHHBIEC pacTe-
HUs-aubdepeHIMaTOPbl 00eceunBalT 0oJiee TOU-
HO€E reHOTUIIUPOBaHUE U30JISATOB P. infestans, omHAKO
X NPUMCHEHMWE HaTaJlKWBaeTCsl HAa OrpaHUYEHUS,
BbI3BaHHbBIE X 'M mpoUCXOXIEHUEM.

Dppexmopomura. Ilpsimoe nzydyenune Avr TeHOB,
HENoCPeACTBEHHO OMNPEAEIISIONINX BPENTOHOCHOCTD I10-
nyasiiuii P, infestans, OTKPbUIO HOBBIE TIEPCIIEKTUBBI
IUISI MOHUTOPUHTA MOMYJISILMI MaToreHa, OTCIeXuBa-
HMSI €T0o MepeMellieHUid B arpolieHO3ax U paHHETOo Tpe-
IYTIPEXICHUST O TIOSIBJICHUM HOBBIX U, BOBMOXKHO, 00-
Jiee arpeCcCUBHbBIX MaToTUIoB. Cpenu Haubosee MHO-
roo6enamux JIUarHOCTUYECKUX  TPUIOXKEHUI
HaIluX 3HaHUN 00 Avr reHax cjeayeT Ha3BaTh 3(¢-
(heKTOPOMUKY — JIETKOJOCTYITHBIM YyBCTBUTEJIbHbBII
U MPOM3BOIUTEIbHBIA METO/T aHAIM3a AJIELHOTO pa3-
HOOOpa3usi Avr TeHOB, MOMCKA HOBBIX Rpi TeHOB MMyTeM
CKPUHHMHTA FeHETUYECKUX KOJUIEKIIUI U ompenese-
HUSI QYHKIIMI BHOBb OOHApYXXEHHbBIX TEHOB B CBSI3U
C ceJieKIMeil Ha JONTOBPEMEHHYIO YCTOMYMBOCTh K
dutodToposy [66, 102]. DddekTOpOMUKA TAET YHU-
KaJIbHbIE CBEIEHUsI O cocTaBe AVvr T€HOB, KOTOpbIE
MOTYT CTaTh YaCThbIO MHTETPUPOBAHHOI CUCTEMBI 3a-
IIUTHI KapTodesi, TToMorasi, K MpuMepy, MJIaHUupo-
BaThb COCTaB T€HOB YCTOMYMBOCTU ITyTEM COPTOCME-
HBI WX cXeMy IpuMeHeHus ¢pyHruimnos [103].

IIpsimoe onpedenenue penepmyapa Avr eeHoé u uc-
noav3oearue apcexana 3gpgexmopos. HoBble 3HAHUS
00 2BOIIOLIMY U AUBepcuuKanum Avr TEHOB IaToOre-
Ha MO3BOJISIIOT pa3paboTaThb 00J1ee CI0XKHbBIE CUCTEMBI
HCITOJIb30BaHUS Rpi FeHOB, KOTOPBIE CONMMKAIOT arpo-
LIEHO3bI C MOMYJISIUMSIMUA TUKOPACTYIINX PACTCHUIA,

XABKHWH

TIe JIMIIb U3penKa Haomonarorcs sarmaemun [32]. Ec-
1 3 PeKTopoMUKa pa3indyacT reHbl aBUPYJICHTHBIX
3(pdpekTopoB o nx GyHKIMHU, TO BCE HOBBIE M HOBEIC
yCIEeXW TEXHOJIOTHIA CEKBEHMPOBAHUS I'eHOMa I03-
BOJISIIOT paHO OOHAPY:KUTH HOBBIE CTPYKTYPHI Avr Te-
HOB M TaKUM O0Opa3oM CHUTHAJIM3UPOBATH O ITOSIBIIC-
HUM HOBBIX MATOTUIOB. PeniepTyap Avr TeHOB, BBISIB-
JICHHBIII METOJAaMU TeHOMUKH, TIO3BOJISIET CISIUTD 3a
pacnpocTpaHeHHEM MaTOreHa B arpolieHo3axX U CIo-
COOCTBYET CEJISKIIMU Ha YCTOMYNBOCTD K GUTOPTOPO-
3y, MACHTUMUIIPYS TeHbl BUPYJIEHTHOCTH B IOITYJIsI-
LIMSIX TTATOT€HA Y TeHbI YCTOMYMBOCTH U BOCIIPUUMY K-
BOCTM K O3TOMY IIaTOTeHy B WHMUIIMPOBAHHBIX
nocankax Kaprogeirs [68]. Texnomorust PenSeq rpu-
3BaHA OTBETUTh Ha MHOTHME BOIIPOCHI OMOJIOTUH IIa-
TOTeHa W TPEONOJIeTh OTpaHUYCHUS COBPEMEHHBIX
GUTOMATOIOTMYESCKUX MCCIIeNOBaHUM Onaromapsi
IIMPOKUM IapajlieIbHbIM UCCIIeIOBAHUSIM ITOCIIEIO-
BaTeJIbHOCTE! FeHOB, BKIIIOYAsk MAaCcCOBOE OIpeaee-
HHE aJUIeJIbHOTO MOJUMOp(dU3Ma KIIIOYEBBIX Avr Te-
HOB P, infestans 1 X MOJOXEHUS Ha KapTe reHoMa U
Ha Kapte Tepputopun [38]. PenSeq BeIstBIISIET AVF TE-
HBI, OIpeae/soNINe MOTEHIMA IO0JTOBPEeMEHHO
YCTOMUMBOCTU KapTodessi, JOCTUTHYTO IIpu WH-
Tporpeccun Rpi reHoB. Bojiee Toro, aTa TeXHOJIOTHUS
MMO3BOJISIET Pe-aHHOTUPOBATh TeHBI-KAHAUIATHI (-
dexTopoB B reHoMme P. infestans, TeM caMBIM pacIlii-
psst TIoJie OyayIero NpuMeHeHUsT Avr TEHOB KaK MH-
CTPpYMEHTA CeJICKLINU.

Iloucku noewix Rpi eenos. 3a 1Ba MOCIETHUX IECSI-
TUJICTUS 3HAYUTEJILHO YBEJIMYMIOCH YUCIIO OXapak-
TePU30BaHHbBIX MOCJIENOBATEILHOCTEIl rTeHOMa KYJIb-
TYPHBIX 1 TUKOPACTYLIUX (hopM, IIPUHAMIEKAIINX K
pa3HbLIM BUIaM KapTodeiass U perumoHaM UX IpOM3-
pactranus. [Ipu BceM HemocTaTKe 3HAHUI O TEHETH -
YeCKOM pa3Hoo0pa3um KapTodeas Ha ypOBHE IT0J-
HBIX TEHOMOB, B TpeaimiecTByiomuit NGS nepuon
pa3IM4YHbIE METOIBI ITOMCKA HOBBIX aJUIeJICi CMOIJINA
MPEIIOXKUTh CEeIeKIIMOHEpaM MHOIO IMEpPCIIEKTHB-
HbIX Rpi renos [10, 13, 14, 17]. B amoxy NGS MeToabl
TeHOMUKH ITO3BOJISIIOT IIO-HOBOMY M TJIyOKe B3IJISI-
HYTh Ha pa3HooOpa3nde T'€HOMOB B T€HETUYECKMX
KOJIJICKLIMSX, BBISBUTh B UCTOPUM KYJIBTYPHOIO Kap-
TOo(deIs1 SBOIIOIIMOHHEIE TIPOLIECChl MHTPOTPECCUM U
ruopuan3aly 1 UASHTU(UIIUPOBATh I'€HbI, KOTO-
pble CTaJld TOYKOI NPUIOXKEHMS IPOLIECCOB OH0-
MalllHMBaHUsI, a 3aTeM U ceiekiuu [28, 31]. HoByto
dRenSeq TexXHOJIOTHIO C YCIEXOM MCIIOIB30BAIN IS
WU3y4EHUs ajljieJIbHOTO TojuMopdusMa Rpi TeHOB U
MX aHaJIOroB, OOHapy:KeHus Rpi T€HOB B JIy4IIMX
copTax Kaprodensa u uaeHTU(UKALIMN HOBBIX ajljie-
JICH 3THUX T€HOB Y AUKOPACTYILIUX BUAOB Solanum [37,
57,99, 100, 104].

HUcnoap3oBanue Rpi reHoB 115 CO31aHHS J0JTOBpe-
MEHHOH YCTOWYMBOCTH K HIMPOKOMY CleKTpy pac P. in-
Jfestans. B moIUNIOUIHBIX TEHOMAX PACTEHUM OUKO-
pacTymux BUAOB Solanum OOBIYHO TOMIECPKUBACTCS
pa3HoOOpa3rie MHOTOYMCIIEHHBIX allJIeIbHBIX BapHhaH-
TOB Rpi reHoB. Pacimpenue Hammx 3HaHUA O ITOJIM-
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MopduzMe 1 3BOIOLMU Rpi TEHOB TTOMOTaeT BBICTPO-
WUTh CTpaTernu MupaMuanupoBaHust Rpi TeHOB, KOTOpbIE
BO MHOTOM CXOJIHbI C MPOLIECCAMU SBOJIOLIMU B TTOMY-
JIIUSAX IMKOpacTyluux (hopm, e peako Mporcxo-
ot stiuaemMuu. 1o Mepe yBeanmueHusT pa3HooOpa3us
RpiteHoB, copTa 1 TMOpUABI KapTodeas MOCTETIEHHO
JIOCTUTAIOT BCce 00Jiee BbICOKOI YCTOMUYMBOCTHU K 0O-
JIE3HU.

B npupoaHbIX 3KOCHCTeMaX, IPUMEPOM KOTOPBIX
ciyxut gonuHa Tomyka B Mekcuke [105], B pe3yib-
TaTe COBMECTHOM 3BOJIIOLINY PacTeHUIT KapTodelst u
P, infestans BO3HUKAIOT IIOIYJISILIMA PACTEHUIA 1 MUKPO-
OPraHM3MOB, B KOTOPBIX JIMILIb M3peaKa ITPOUCXOIST
smmuduToTn. HampoTuB, B arpoleHo3ax, OCOOEHHO
MPU CTPEMUTEILHOM BTOPXXEHMHU HOBBIX 0CO00 BHPY-
JICHTHBIX IITAMMOB ITaTOreHa, 3nuaeMuun Gutodro-
po3a IIPUBOAAT K 3HAYUTEJILHLIM IIOTEPSIM YpoxKas
[5, 6]. OnHoit 13 3pheKTUBHBIX CTPATETHl GOPHOBI C
GUTOMOTOPO3OM SIBJISIETCST CEJIEKIIMSI Ha BBHICOKYIO U
JIOJITOBPEMEHHYIO YCTOMYMBOCTh, OCHOBaHHasi Ha
NUpaMUIUPOBaHUU Rpi TEHOB, paCIO3HAOIINX pa3-
JINYHbIE Avr TeHbl. JJOCTYITHBIM UCTOYHUKOM TaKOT'O
TEHETUYECKOro MaTepualia CIy:XaT IUKOPaCTyIIne
BuIBI KapTodenss. MeTomaMu CKpeluBaHUsI WK TeHe-
TUYECKOI MHXKEHEPUU MHOTOUYMCIICHHbBIC Rpi TeHBI 3TUX
BHUIOB MOXXHO MHTPOIPECCUPOBATh B T€ COpTa KapTode-
JIs1, KOTOPBIX TpeOyeT PHIHOK.

I[MomoOHast mupaMuga reHoB ocTaHeTcs 3¢ PeK-
TUBHOIA, II0OKa paCTEeHUE COACPKUT XOTsI ObI onuH Rpi
KOMITOHEHT, CIOCOOHBIN OMO3HATh COOTBETCTBYIO-
LU eMy Avr TeH naToreHa v 3aIyCTUTb 3allUTHYIO pe-
akimioo. B ocHoBe mmpamumupoBaHMsI (COOpPKU) He-
CKOJIbKMX TEHOB YCTOHYMBOCTU B OHOM COPTE C LIETbIO
cAenaTb €ero yCTOMYMBOCTb JOJTOBPEMEHHOMN JIEXKUT
MPUHLIUIT, B COOTBETCTBUM C KOTOPHIM BEPOSITHOCTh MY~
TallMK Cpasy HECKOJIbKUX AV TEHOB U3 aBUPYJICHTHBIX B
BUPYJIEHTHbIC HU3KA Y CHKAETCSI C YBEJTMYEHHEM UK C-
Jla TEHOB YCTOMYMBOCTU B NMUpamuie. TeopeTuyecku,
MUpaMuaa U3 YETbIpeX FTeHOB YCTOMYMBOCTY YCTOUT Tie-
peln BTOpXKeHUEM MaroreHa — MpU yCJIOBUM, YTO 3Ta
nupamMuia M TOMYJSAMs MaToreHa-KoJOHU3aTopa
COOTBETCTBYIOT HECKOJIbKMM KpuUTepusiM. Bo-mep-
BbIX, COOpaHHbIe B MUPaAMUIY T€Hbl YCTOWYUBOCTHU
JIOJKHBI MPOSIBIASTBCS MOJTHOCTBIO, UTOOBI MCKIIIO-
YUTb CUTYallMIO, KOTJA IITaMM MaToreHa, HeCylIuii
XapaKTepHbIU Avr ajiesib, CMOXET UH(PUIIUPOBATh U
KOJIOHM30BaTh pacTeHUE, HECMOTPS Ha NIPUCYTCTBUE
B HEM COOTBETCTBYIOIIIEro (matching) reHa ycToiumBo-
ctv. Bo-BTOpBIX, HE BCE NeHbl YCTOMUMBOCTU OMHAKO-
BO BaKHbI JIS1 yCTOMYMBOCTU MMUPAMUIBL; JTYUIITUE T€HbI
U UX COYETaHUsI — 3TO Te, C KOTOPbIMU €l1le He CTaIKU-
Bajlach MH(pULIMPYOLIasl MOMyJIsALMS maToreHa. B-tpe-
ThUX, BaKHAa HU3Kas 4acTOoTa PEKOMOMWHAIIMK T€HOMa
MaToreHa, IMOCKOJIbKY MpU PEeKOMOMHALIMM, KOraa, K
MpuMepy, B onyJsiiuu P, infestans TpUCyTCTBYIOT ABa
TUTIA CTAPUBAHUS, YACTOTA HE3ABUCHMbIX MYyTallWii re-
HOB BUPYJICHTHOCTU OKa>KeTCsl MHOTO BBIIIIC, UEM B C-
XOJHO OeCHOJIbIX MOMYJUsIX. B-ueTBepThIX, yCTOM-
YUBOCTb OyIET JOJTOBPEMEHHOI MpPU HE3HAUYUTEJIb-
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HOIf CKOPOCTU pacCIpPOCTPAaHEHUSI HOBBIX MATOTUIIOB
B ITOJIEBBIX MOITYJISILUSIX natoreHa [1, 32, 106].

B ciyyae kapTodens HauboJjiee O4eBUAHBIM CIIO-
COOOM JTIOCTUTHYTH TOJTOBPEMEHHOMN YCTOMYMBOCTU
K P. infestans siBisieTcst BOBJAEYECHNE B CEJIEKIINIO HO-
BBIX Rpi T€HOB 1 COCPeIOTOYEHUE B OMHOM COPTE KakK
MOXKHO OOJIBIIIETO YMCIIia 3TUX TeHOB. B 1Ba mmociaenHux
JIEeCITIIETHS TaKOoe IMMPaMUINPOBaHUE OIMPAJIOCH Ha
UIESHTU(DUKALIMIO M KJIOHUPOBAaHME IEPCIEKTUBHBIX
RpiTeHOB, B IEPBYIO OYepeb, U3 Pa3HOOOPA3HBIX TUKO-
pacTymmx BUnoB Solanum; ocCOOCHHBIIT MHTEpEC TIpe-
CTaBJISIIOT HEAOCTAaTOYHO U3YyYeHHbBIE I03)KHOAMEPUKAH-
CKM€ BUIBI KapToeist, KOTOphIe paHee He BOBJICKAINCh
B ITpaKTUYECKYIO ceJiekuuo [28, 31, 36, 107, 108]. B co-
3MaHUU CEJICKIIMOHHBIX UCTOYHUKOB JIOJITOBPEMEH-
HOM YCTOMYMBOCTH BaXXKHYIO POJIb UTPalOT MHOTHE
ONMMCaHHBIC BBIIIE “OMHK’ TEXHOJIOTUM OBICTPOI
UIeHTU(PUKALUY, KIOHUPOBAHUS U XapaKTepUCTH-
K1 Rpi u Avr reHos. I1pu oboraiieHUN ceJIeKIIOH-
HBIX MCTOYHMKOB HOBBIM T€HETHMYSCKHUM MaTepua-
JIOM ITyTeM MIeHTU(dUKALIMY Y MTHTPOTPECCUU HOBBIX
Rpi TeHOB M HOBBIX aJUIeJIei yKe OoXxapaKTepH30BaH-
HBIX Rpi TeHOB BaxKHO TIIATEIbHO U3y4aTh YK€ CyIIe-
CTBYIOIIME TIyJbl Rpi TeHOB, YTOOBI HE BKJIIOYATh B
MUpaMUIbl T€ MCHOJIb3yeMbIC CEJICKIIMOHEPAMU Te-
HBI, KOTOPBIE YK€ IPEOI0JIEHBI MECTHBIMHU IIITAMMA-
MM naTtoreHa [9, 27—29, 31, 87, 108].

BHuMaHne MHOIMX CEJIEKIIMOHEPOB COCPEIOTO-
YEHO Ha CO3[aHUM COPTOB KapTodess ¢ I0JIroBpe-
MEHHOM YCTOMYMBOCTBIO K PUTOPTOPO3y METOTAMHU
reHeTU4YeCKOi MHXeHepuu. 3aperucTpupoBaHHBIC B
HacTosllliee BpeMsl COpTa HECYT MMpPaMUIbl, COAEPKa-
I1e 00 Tpex Rpi reHOB IIMPOKOI pPacoBOM CIIEL-
duyHOCTU, Hampumep, Rpi-stol:Rpi-vntl.I1:Rpi-blb3
unu Rpi-blb 1:Rpi-blb2:Rpi-vntl. 1. XOTs1 TOPO3Hb 3TU
reHbl MHOTIA TIPEO0I0IEBAIOTCS HEKOTOPBIMU U30JIS-
tamu P. infestans, BMecTe OHU 00ECIeunBaloT A0JIT0-
BpeMeHHYI0 ycToiuuBocTb [109]. B cpaBHeHuUU ¢ 110~
JIOBOM MJIM COMaTNMYeCKOM TMOpnan3anmeii, BaXKHBIM
npeuMyiectBoM I'M crTpateruii sBisieTCsl TO, 4TO
MPU 3TOM HE MEPEeHOCITCS HeXenaTeJIbHble CLIeT-
nenHble TeHsl (linkage drag). OmHako reHeThYecKast
WHXECHEPUS CEJIbCKOXO3SMCTBEHHBIX PAaCTEHUN —
3TO AOPOTOCTOSIIIMI TTpoliecc; BA0OABOK, K HEil OT-
pULIaTEIbHO OTHOCSITCSI MHOTUE TTOTPEOUTENIN, U UC-
nogb3oBaHue I'M COpPTOB OrpaHMYEHO 3aKOHOJA-
TEJILCTBOM MHOI'MX CTpaH, ocobeHHO B EBpome [13,
110]. YToO®BI TIpeomoeTh 3aKOHOIATeTbHbIC OTPaHU -
YEeHUSsI Ha UCITOJIb30BaHKE TPAHCTEHHbBIX PACTEHUIA, TOJI-
JIAHJICKVI€ TeHETUKU M CeJISKLIMOHEPHI TPEeITOXWIN
KOHLIETIIIMIO 1IMCTeHe3a; B 3TOM Cjydae C IOMOIIbIO
T€HHO-WHXXEHEPHBIX METOIOB Rpi Te€HbI MEPEHOCSITCS
TOJIBKO 13 TeX TMKOPACTYIIUX BUAOB Solanum, KOTOpbIe
MOXKHO CKpeIIMBaTh ¢ copraMu Kaprtodens [8, 27,
111, 112].

TpanuioHHOe MUpaMUaMpoBaHue Rpi TeHOB, Oc-
HOBaHHOE Ha TMOpUIM3alU, BKIIOYaeT MHOTOYUCIIeH-
HbIE 3Tanbl CKpEellMBaHUsSI M OTOOpa moToMcTBa [9] u
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IO3TOMY OKAa3bIBa€TCSI UPE3BBIYAMHO MEIJICHHBIM U
TPYIOEMKUM MPOLIECCOM, Aaxe MpU 3(PHEKTUBHOM HC-
MOJIb30BAHUN MOJIEKYJISIPHBIX MapkKepoB. OmgHaKoO
IIOKa 3TUM METOIAOM YIAeTCSI COCPEIOTOYUTH B OI-
HOM pacTeHuU OoJiblle Rpi TeHOB, YEM C ITOMOIIBIO
ceronHsgamHuX I'M texHonoruii. B kadecTBe mpumMepa
MOXHO VyKa3aTb Ha MHOTOYMCIIEHHBIC CJIOXHBIC
(multiparental) ruOpuabl, CO3MaHHbIE OTEYECTBEH-
HBbIMM T€HETUKAMM U CEJIIEKIIMOHEPAMU ITyTEM OTIa-
JIECHHOTO CKpPEeIIMBaHMUS C UCIOJIb30BaHUEM JIECITKA
JIUKOPACTYIIUX BUIOB Solanum; 3T TUOPUIBI HECYT
SCAR Mapkepbl 10 nsIiTU Rpi T€HOB Ha TE€HOTMII.
KionanpHble TUMHUM, TTOIYyYeHHBIE HA OCHOBE 3THUX
ruopuaoB, BOT YK€ MHOTO JIET OTJIMYAeT BBICOKAs
YCTOMYMBOCThL K (PUTOPTOPO3Yy, U OHU SIBIISTIOTCS
MEPCIIEKTUBHBIMU CEJIEKIIMOHHBIMM JTOHOPAaMHU Ta-
KMX T€HOB IIIMPOKOIro CIeKTpa YCTOWYMBOCTH, KaK
Rpi-blbI1=Rpi-stol, Rpi-blb2, Rpi-vntl, R2=Rpi-blb3
n 1p. [113]. BaxXHBIM nTpenMyIIeCTBOM TaKWUX JIMHUMN
SIBJISIETCSI COXpaHEHNE T€HETMYECKOIOo OKPYXKEHUST pa-
cocner(UIHbBIX Rpi TEHOB, THTPOIPECCUPOBAHHBIX 13
pomMTENbCKUX (popM, BKIIOYAsT T'€HBI pPaCOHECITeIN-
duyHoI1 ycToitunBocTy [84]. BMecTo OMMHOYHBIX TEHOB
IIPU OTHAJICHHBIX CKPEIIMBAHUSIX IIEPEHOCSTCS 1ieIble
KJIaCTePhbl TEHOB, UTO ITOBBIIIIAET YCTOMINBOCTH pac-
TEHUI cpa3y K HECKOJIBbKUM 0OJIE3HSIM. DTU CBOMCTBA
CJIOXKHBIX THOPUIOB — 3aJI0T CTAOWIBHOCTHU Oy IyIIINX
COpPTOB KapTodest, KOTOphIe OyOyT IIPEISITCTBOBATh
pacIipocTpaHeHUIO B MocagkKax Kaprodelst Oosee
ajanTUpPOBaHHBIX IITaMMOB MaTtoreHa [ 107, 113]. On-
HAKO MIpPH CTOJIKHOBEHHMHU C OOJIHIIMMU HOITYJISIITASI-
mu P. infestans co cmeliaHHbIM Al 1 A2 TUIIOM cna-
puBaHMS M 3aMETHBLIM IepeMelleHueM Avr TeHOB
BCJICACTBYE MUTPALIMU IIaTOTeHAa OTHUM TOJIBKO ITH-
paMuUIMpOBaHUEM Rpi T€HOB HeJIb3s1 TOOUTHCS AOJ-
TOBpPEMEHHOM ycToiiunmBocTH. I ee moaaep-KaHUs
BakHa Takasi OpraHu3allvs 3a1uThl paCTeHU I, KOTO-
past cHuzKaeT 3 (PeKTUBHBIN pa3zMep MMOMYJISIIINMT Ma-
TOTeHa, HAIIpUMEpP, CEBOOOOPOT U MpUMeHeHNe (PYH-
ruuaoB [106].

Astop npusHareiieH Bi.B. Ky3nenosy u E.B. Po-

TO3MHOM 3a KOHCTPYKTUBHBLIC 3aM€YaHUA U IIPEAJIO-
KEHUA.

PaGota nommepxana ['ocymapcTBEHHBIM 3alaHU-
eMm 0574-2019-0001.

ABTOp 3asBJISIET 00 OTCYTCTBUY KOH(DJIUKTA NHTE-
pecoB. HacTosimasi ctaTbsl He COIEPXKUT KaKUX-1100
HUCCJIENOBAHUN C YYACTHUEM JIIOAEHU M XKUBOTHBIX B Ka-
YeCTBE OOBEKTOB UCCIEJOBAHUMN.
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HecmoTtps Ha peryssipHOe TIOSIBJIEHUE HOBBIX Bce 00Jiee TOUHBIX U 60oJiee 3 (hEKTUBHBIX METOIOB HAYUHBIX
UCCeAOBaHU, UHTMOUTOPHBIN aHaIWU3 MO-TIPEeKHEMY BCE €llle 3aHUMAET AaJIeKO He IMOCjeIHee MeCcTO
Ccpeny IIMPOKO UCIIOIb3yeMbIX 3KCIIEPUMEHTAIbHBIX MTOIX0A0B. XUMUYECKMe MHTUOUTOPBI hoTocuctemsl 11
TaKXKe UCIIOJIb3YIOTCS B KAY€CTBE MHCTPYMEHTA HAYYHOTO MO3HAHUSI BO MHOTUX COBPEMEHHBIX MCCJIEIOBA -
HusX. PaszpabaThiBaloTcsl M/WJIK BBISIBJISIIOTCS HOBbIE XMMUUYECKME WHTUOUTOPHI, OTKPBIBAIOTCS HOBBIE
U/VJIY CYLLIECTBEHHO KOPPEKTUPYIOTCS YKe McciienoBaHHbIe 3 (heKThl U3BECTHBIX MHTUOUTOPOB. B 0630pe
npeacTaBiieHa 00001IeHHasI nHPopMausa Kak 00 u3BecTHBIX (muypoH (3-(3,4-muxnopdennn)-1,1-mume-
TUJIMOYEBHHA), OUHOCED (2,4-IMHUTPO-6-BTOp-OyTIIIeHon), ADRY-areHTsl (areHThbl, BHI3BIBAIOLINE
YCKOpEHMe peaKlInii 1e3aKTUBALIMU CUCTEMbI OKMcJIeHUsT Boabl (Acceleration of the Deactivation Reactions
of the water-splitting enzyme system Y)), TaKk ¥ O HEAaBHO BbISIBJIEHHBIX xXuMnuyeckux unruouropax OC I1
(mpou3BOAHBIE ITEP(HTOPUIOIPONTMIINHUTPOOEH301a, METaJlJIOPraHUYeCKe KOMIUIEKCHI), a TAKXKe O Jei-
CTBUM MHTMOUTOPOB KapboaHruapa3 Ha ¢hoTtoxuMudeckyto aktuBHocTh DC I1.

Kmouesnsle cioBa: ¢potocuctema I, xumMudeckre MHIMOUTOPHBI, AMYPOH, TMHOCEO, MPOU3BOJHbIC MepPHTO-
PU3OIPONUIINHATPOOEH30I1a, METAJUIOPraHUYeCKIE KOMILIEKCHI, (POTOXMMHUYECKas, KapOoaHTuapa3Has

akTuBHOCTL OC 11
DOI: 10.31857/S0015330321020226

BBEAEHUE

Pa3BuTtre Hayku COIIPOBOXIAETCS IIOSIBJICHUEM
HOBBIX JAHHBIX BO BCEX 00JIaCTSIX 3HAHUM. 3HAHUS O
MOJIEKYJISIPHBIX MEXaHU3MaXx JAeHCTBUSI U3BECTHBIX U
IIMPOKO MCIIOIb3YEMbBIX B 9KCIIEPUMEHTAIBHBIX UC-
CJIEIOBAHUSIX XMUMUYECKUX areHTOB ITOCTOSIHHO J10-
TMOJTHSIIOTCSI HOBOM MH(pOopMaliueil, BhISIBISIOTCS He-
W3BEeCTHBIE paHee 3(P(PEKTHI, YTOUHSIOTCS KOHIICH-
TpallMOHHbIE 3aBUCUMOCTH YK€ MCCIEIOBAaHHBIX
SIBJICHUI. DTO KacaeTcsl U XUMUYECKUX MHTUOUTOPOB
¢dotocuHTEe3a. B cooTBETCTBMU CO CBOMCTBAMMU 1 3(-
dekTamMu Ha POTOXMMHUUECKYIO aKTUBHOCTBH (DOTOCH -
cteMmbl Il xuMuuyeckue MHIMOUTOPHI NOAPA3ALIISIOT
Ha JIBe 0OJIbIINE TPYIHIBI, IPOU3BOIHBIE MOYEBUHBI 1
TpuasuHa (AUYpOH, aTpa3MH) W MHTUOUTOpPHI he-
HOJIbHOTO TUTIA (IMHOCEe0). OcHOBHBIE 3 (DEKTHI AU~
YPOHA MCCIEO0BAaHbI, U 3TOT ar€HT IIMPOKO MCIIOJIb-
3yeTCsl BO MHOXKECTBE HaydyHBIX pabOT B KadyecTBe
“TOHKOro WHCTpyMEHTa” ucciemoBaHuii. B To ke

Cokpamenns: KA — kapboanruapasa, KAA — kapboaHrumapas-
Hast akTuBHOCTh, KBK — KucCIOpOa-BhIIEISIONINI KOMILIEKC,
MOUNAHB — mepdropusonponuinuHuTpodeHson, PLI —
peakunoHHbIi HeHTp, TJI — TepmomoMuHecueHuss, ®CA —
doTocuHTETUYECKASI aKTUBHOCTh, HA — rumpoKcuiaMuH.

BpeMsl MOSIBISIETCSI MHOTO COOOIIIEHUI O HEU3BECT-
HbIX paHee addeKTax TuypoHa, AMHoceba, TMOPOM-
tumoxuHoHa (DBMIB) u apyrux uHruOMTOpPOB.
KpomMe Gi10kMpoBaHMs TIepeHOca 3JIEKTPOHA Ha aK-
nenTopHoit cropore @C 11 onmucanbl 3PdEKTHI IUY-
poHa 1 Ha JOHOPHOM CTOpOHE 3Toit poTocucTeMsl [ 1,
2]. IlokazaHo, 4T0 0O6paTUMOe (POTOBOCCTAHOBIICHIE
deodutnHa (Pheo) B KMCIOPOA-BHIACISIONINX TIpe-
napatax ®C II uHrMOupyeTcss AUYPOHOM U PEaKTU-
BUPYETCS MOCIEeNYIONIUM J00aBIE€HUEM PK30TEHHOTO
JIOHOpa 3JICKTpOoHa, ackopbarta [3, 4], 4yToO MoOXeT
CBUJIETEJILCTBOBATh O CIIOCOOHOCTU AUYpOHA WHIU-
OUpoBaTh aKTUBHOCTh NOHOpHOI cTtopoHbl PC II.
INTokazaHo, 4yTo AMHOCED CMTOCOOEH K OKUCIUTEIbHO-
BOCCTAHOBUTEJIbHOMY B3aMMONEHCTBUIO C KOMIIO-
HeHTaMU peakiroHHoro neHTpa (PL) ®C 11 [5, 6].
ITokazano, uro DBMIB 3HauuTeIbHO TYIIUT BO3-
OyXIneHHbIe cocTosTHUS Xaopoduiiia aHteHHbI PC 11
JIaxke Mpy HU3KOM KoHIIeHTpauuu [7]. JlomrmHNpoBa-
HUE TeX WJIN UHBIX 3PdeKTOB (Ha JOHOPHOU WJIN aK-
nentopHoit ctopore MC I1) 3aBUCUT HEe TOJTBKO OT
KOHILIEHTPpAllUd WHTUOUPYIOIEro areHta, HO U OT
KOHILIEHTpallMy OuoJiornyeckoro oopasiia [8]. Heco-
MHEHHO, UCCJIE0BATENISIM, UCTIOIb3YIOIIUM B CBOMX
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paboTax Takue “XuMHW4IeCKe MHCTPYMEHTHI, HEOOXO-
JIUMO B IIOJIHOW Mepe BJajeTh 3Toi MHpopMalueit,
YTOOBI UMETh BO3MOXKHOCTh M30eXXaTh HEIIPaBUJILHOTO
TOJIKOBAaHMSI TTOJTIy4aeMbIX PE3yJIbTaTOB. BEIsIBIEHA HO-
Basl TpyIIIa BBICOKO3(M(MEKTUBHBIX THTUOUTOPOB Mepe-
Hoca aiekTpoHa B ®C 11, nmpousBoaHbIX epdTOpr30-
npormuinuaUTpodeH3ona (ITOUITAHB), neiicTtBue
KOTOPBbIX OCHOBaHO Ha (pOpMUPOBAHUN KOPOTKOTO
UKJIAYECKOTO IepeHOoca 3JeKTPOHA C ydacTUEM
MEPBUYHOTO AOHOpPA U aKIIeIITopa 3JIeKTpoHa (heo-
dutnHa u xaopoduiia Pgg, COOTBETCTBEHHO (MU,
BO3MOXHO, Y,) [9—11], moka3aHa ux cnocobHOCTb (B
OTJIMYME OT WCHOJb3yEeMBIX paHee WMHIMOUTOPOB)
MPOSIBJISIT MHTUOMpYIOIee ASHMCTBHME Ha YpOBHE
M30JIMPOBAaHHBIX KoMIUIeKcoB D1/D2/uurtoxpom
bs59 — KOMILUTEKChI peaKUMOHHBIX LIeHTpoB (PLI) [12],
npenoxpadaTh PC 11 oT GOTOMHIMOUPOBAHNUS 32 CUET
00pa3oBaHusl YKa3aHHOTO BhIIIE IUKJINYECKOTO Iepe-
Hoca ayiekTpoHa Bokpyr @C 11 ¢ ux yuactuewm [13], 3a-
IIAIIATH OT POTOIECTPYKIMHU B KoMmIrekcax PLI rmpe-
UMyIlIeCTBeHHO Oejiok D2 [14], nmpuyeM MecToOM UX
CBSI3BIBAaHUS B OTVIMYME OT TPAOUILIMOHHBIX MHTUOM-
TOPOB (OMypOHAa W aTpa3WHa), OYECBUIHO, SIBJISIETCS
He 6es1oK D1, a 6e10k D2. O6 3TOM CBUACTEIbCTBYIOT
TaK>Ke pe3yJIbTaThl UCCIICAOBAaHUIA MECTa CBSI3bIBAHUS
npousBoaHbix [IOUITAHDB [15] u oTcyrcTBHE KOHKY-
PEHILIMU 32 MECTO CBSI3bIBAaHUSI MEXIY 3TUMU MHIUOM-
TopamMu M auypoHoM [16]. MccnenoBaHO HECKOJBKO
OOJIBIINX TPYII HOBBIX METAJUIOPTAaHMYECKUX KOM-
MJIEKCOB CITOCOOHBIX OJHOBPEMEHHO 3P (EeKTUBHO
MOAABJISATH KaK (DOTOXMMMYECKYIO, TAK U KapOOaHT 1~
npasnyro aktuBHocTb @C II, a Takke aKTUBHOCTD
HECKOJBbKNX KJIIOUYEBBIX (DEPMEHTOB paCTUTEIbHOM
kJeTku [17—19]. Bce 3Tu HOBBIE pe3yJibTaThl TPEOYIOT
TIIATEJILHOTO U IIOIPOOHOI0 paccMoTpeHus . He me-
Hee BaXKHO, OCOOEHHO IJIsI HAaUYMHAIOIIUX IKCIIepHU-
MEHTaTOPOB, UMETh ITOAPOOHYIO MH(POPMALIUIO O ca-
MBIX Pa3HBIX BO3MOXHBIX IIPOSIBJICHUSIX IEMCTBUSI
W3BECTHBIX UHTMOUTOPOB MPU U3MEPEHUU IITUPOKO
HICIOJIb3YEMBIX PEaKIINii, XapaKTePU3YIOIINX aKTUB-
HocTb @C II. B coBpeMeHHBIX NMyOJUKALIUIX B OC-
HOBHOM OIIMCaHBbI IJIaBHbIE, YCTOSIBIIMECS, OOIIe-
IIPUHSATBIE TIPEACTABIICHUSI O MEXaHU3MaX JIeMCTBUS
MHTMONTOPOB, IIpUYEM AOCTAaTOYHO KpaTko. OmHaKo
IMOYTHU MOJIHOCTHIO OTCYTCTBYET OITMCAaHUE JeTaIbHO-
ro MPOSIBJICHUS NX IeHACTBUS. DTa MHMOPMALIUSI XO-
pOIII0 OTpaXkeHa B IIEpBOHAYAJILHBIX paboTax, B IIy0-
Jukanusax 70—90-x rr., B KOTOPBIX 3(PGheKThl MHIU-
OUTOPOB HE TOJILKO IIOIPOOHO OMUCAHBI, HO U HE
MeHee II0IPOOHO U 00OCHOBAHHO OOBsSCHEHHI. [1o-
3TOMY ellle OJHOI 3amaueii 0630pa OBIJIO pacCMOTpe-
HUE paboT TeX JIET.

MHI'MBUTOPBI AMYPOHOBOT O
N TPUASMHOBOI'O THUITA

JypoH 1 MOHYPOH KaK MHTMOUTOPHI (DOTOCHUH-
TeTUYECKOTO TpaHCHOPTa 3JeKTPOHA BIIEPBbIE Obl-
JI1 onrcaHbl B pabote Becenbca n Ban-/Ilep-BuHa B
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1956 romy [20]. ITo3ke OBLIO MOKA3aHO, YTO 3TH CO-
eIMHEHWST HE UHTUOMPYIOT (DOTOBBIAEIEHUE BOJOPO-
na B OC I, nukinmueckoe porodochopuiimpoBaHue,
(oroBoccra"onnene HAJI®D" oT BocCTaHOBIEHHO-
ro 2,6-guxiopdpenonmnuaodperona (IAXDPUD). Ha
OCHOBaHUM rumnoTe3bl, uyTo duryopecteHums (F) xio-
podmuia @C 11 Tymurcs okuciaeHHou ¢hopMoii rrep-
BUYHOTO akuenTtopa 3jekTpoHa Q,, u Toro ¢akra,
YTO IWYPOH BBI3BIBACT 3HAYMTEILHOE YBEIMYECHUE
Beixoga F (momo0HO BO3neHCTBUSIM, TIPUBOASIIIMM K
HakoIUieHU0 Q, B BOCCTAaHOBJIEHHOM COCTOSIHUU),
OBLIIO BHICKA3aHO IIPEAIION0XKEeHNE, YTO TUYPOH OJI0-
KHUPYET MEPEHOC 3JIeKTpoHA MeXAY Q, U BTOPUYHBIM
aKlenTopoM 3JeKTpoHa Qp (IyJOM IJIACTOXUHO-
HOB). [lanee B 11e710M psife 9KCIIEPUMEHTOB OBLIO I10-
Ka3aHo, YTO JUYPOHOBbIEC U TPUA3HOBBIC MHTUOUTO-
pBI OJIOKMPYIOT TPAHCIIOPT 3JSKTPOHA IIepel IIyJI0M
IUIACTOXMHOHOB; MOMABJISIOT TEMHOBOE PEOKMCIIe-
HUE BJIEKTPOH-TPAHCHOPTHOTO KoMMoHeHTa X-320
(Qu) [20]. TTo3xe [21, 22] ObLIO ITOKA3aHO, UTO UHTH -
OUTOPHI AMYPOHOBOTO 1 TPUA3MHOBOTO TUIIA OJIOKM-
PYIOT TPAHCIIOPT 3JIEKTPOHOB Ha YPOBHE KOMILJIEKCa
I1aCTOXUHOHOB (Q,Qp) M 4TO MeXaHU3M UX Neii-
CTBUSI 3aKJIIOYAETCS B MTOHMUKEHUY CPETHETOYEYHOTO
OKNCJIIMTEIbHO-BOCCTAHOBUTEIBHOTO  MOTEHIIMAJIA
Qg oTHOCUTENIBHO Q4, AETAI0LIUM TPSIMOI TIEPEHOC

aneKTpoHa oT Q, K Qp TepMOTUHAMWYECKUA HEBO3-
MOXHBIM Y TeM CaMbIM IIPeAOTBpaIlalolIMM TpaHC-
MOPT 3JEKTPOHA MEXAY HUMU. DTO MPEAIIOIOXKEHUE
MOATBEPKAATIOCHh PSIOM 3KCIIEPUMEHTAIBHBIX JTaH-
HBIX, KOTOPbIE MOXHO ObUIO OOBSICHUTHh MHIYLIMPO-

BaHWEM OOpPAaTHOT'O NOTOKA JIEKTPOHOB OT Qp K Q4 B
MpUCYTCTBUM nHTUOUTOpPa. B 1981—1982 rT. B uccue-
IOBAaHMSIX Ha IIypOypHBIX (HOTOCHMHTE3UPYIOIINX
6akTtepusix [23] u Ha PC II pacteHuii [24] 6bU10 T0-
Ka3aHo, YTo Qp MOXET 3aMellaThCs MOJIEKYJIOM UH-
ruoutopa B Qp-cBs3biBawolleM yyactke. [Ipu atom
MHTMOMpPOBaHUE TpPaHCHOPTa BJCKTPOHA MPOMCXO-
JIUT BCJEICTBUE TOTO, YTO CKOPOCTh OCBOOOKIECHMSI
MOJIEKYJIbl UHTUOUTOpa ¢ Qp-CBI3bIBAIOIIETO YYacT-
Ka BO MHOI'O pa3 MEHBIIIE CKOPOCTH OCBOOOXICHUS
QgH, [25, 26]. DT UHTUOUTOPHI (TPUA3WHBI, MOYE-
BUHBI), CBSI3aHHbIE ¢ Qp-y4aCTKOM, HE MOTYT BOCCTa-

HaBJIMBATHCS OT Qp, ¥ TPAHCIIOPT 3JIEKTPOHA IO 3TOM
MIpUIMHE TIpepbiBaeTcsa. Ha ocHOBe TTpemIoskeHHOTO
MeXaHH3Ma 3aMelleHUS MIaCTOXMHOHA TepOULII0M
MOXKHO OOBSICHUTh OTMEUeHHBIN paHee [21, 22] dbakT
WHAYLMPOBAHUS O0OPATHOTO MOTOKA 3JIEKTPOHOB OT

Qg K Q4 B IpucyTcTBUM UHTMOUTOpPA. [1epeHoc anek-

TpoHa Q, Qp <> (QAQp)~ <> Q2Qp 06paTnM 1 Npouc-
XOOUT C KOHCTaHTOM paBHoBecus 10—30 [23-—-27].
IlonaB Ha miacTOXMHOHOBBIM KoMIuieke (QQp),
3JIEKTPOH ~95% BpeMeHU Jiokanu3oBaH Ha Qp (co-

crostHue Q,Qpg), a ocTaTOK BpeMeHU — Ha Q, (cocTo-
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saHue Q,Qg). B Tor MmoMeHT, kKorma (Q,Qp)~ KoM-

IUIEKC HaxoauTces B cocTossHUU Q, Qp, IJIaCTOXMHOH
MOXKET MOKWHYTD, a TepOMIINI MOXET 3aHSITh CBSI3HI-
BaIOIINI YJacTOK, OJIOKMpPYS CBSI3BIBAHWE HOBOTO
TU1acToXuHOHa ¢ Qg-yyactkom. Takum obpa3zom, co-
3MaeTCs BOeYaTJIEHWEe, YTO MHTUOUTOP MHIAYLUPYET

00paTHBI TOTOK 3JIeKTpoHAa OT Qp K Q4 [21]. B coot-
BETCTBUU C 3TUM OOBSICHEHUEM, CBSI3bIBAaHUE repOu-
12 3HAYMTEILHO YMEHBIIIAeTCs B KOMILUIEKCAaX B
cocTtosiHuU (Q,Qp)~ MO CPAaBHEHUIO C KOMITJIEKCAMU
C OKUCJIEHHBIMU 11acToxuHoHamu [28]. QgH, cnabo
cBs3aH ¢ D1-6erkoM m 3HAYMTEITHLHO JIeTde 3aMelra-
eTcsl MoJIeKyJloil nHrubuTopa, yem Qy. B To xe Bpe-

Msi Qg TOpa3no TpouHee cBsi3aH, ueM Qg [29]. duy-
poH [30] 1 atpa3uH [31] 3amMelaloT I1acCTOXUHOH PQ
u mactoxuHosl PQH,, HO He ceMUxMHOH B Qp-CBSI-
3bIBaIONIEM ydacTKe (M3MepeHO Mo OMHApHOM Oc-
LIJIJISIIIUA CBS3BIBAIOIIErO0 CPOACTBA MHTMOUTOPA OT
HOMepa BCbIIKK). CBSI3bIBaHWE aTpa3iHa MHTUOM-
pyeTcsl B IPUCYTCTBUU JIMOO SHAOT€HHOTO TIJIACTOXU -

HOHa (B BOCCTaHOBJIEHHON dopMe Qp), JIMOO 3K30-
TEHHOI'o aHayiora riacToxuHoHa [32]. OTMBITBIE OT
IUIACTOXMHOHA TUIAKOUIBI 3(p(eKTUBHO CBSI3BIBAIOT
4C-a1ypoH, HO 3TO CBI3bIBAHME HAPYLLAETCs 100aB-
JIeHreM IutacToxuHoHa [33]. 3ameHa ogHOM aMUHO-
KMCIOTHI B Oenke D1, mpuBoasiias K IOSIBICHUIO
YCTOMUYUBOCTHU K LeJoMy psiny nHruoutopos @C 11,
COITPOBOXIACTCSI 3HAUYMTEIbHBIM (OoJiee, 4YeM B
20 pa3) yMeHbIlIeHMEeM KOHCTAaHThI PABHOBECHS MEX-

oy Q 1 Qg [23—27]. OTO NOATBEPKAAETCS TAKXKE TEM
¢akToM, 4TO yCTONUYMBbIE OMOTUIIBI UMEIOT KBAHTO-
BBIIi BBIXOJI pa3iesieHUs U CTaOWIM3alliu 3apsiioB Ha
25—30% MeHbIIWii, YeM y YyBCTBUTEIbHBIX pacTe-
Huit [34]. UMeeTcst 3HAUUTEIbHOE KOJIMYECTBO JaH-
HbIX, CBUIETEJLCTBYIOIIUX O CYIIECTBOBAaHUM [O-
MMOJTHUTEIBHBIX MeCT IeiicTBus |35, 36] u LienoM psae
JNOTIOTHUTENbHBIX 3(D(EKTOB MHTMOUTOPOB IUYPO-
HOBOI'O M Tpua3MHOBOro TuiioB Ha ypoBHe DC II.
Kpome G10KkMpoBaHUus nepeHoca 3JIEKTpOHa Ha ak-
nenTopHoit cropore @C II onucaHbl 3PGHEKTHI 1Y~
pOHa ¥ Ha JOHOPHOH CTOpPOHE 3TOI (HOTOCUCTEMBI
[1—4, 37—39]. IToka3aHo, yTO oOpaTMOe (POTOBOC-
ctaHoBJieHUe Pheo B cyOXJIOpOMIacTHBIX KUCIOPOI -
BoIaestonux Tmperapatax @C II B aHa3poOHBIX
YCJIOBUSX UHTUOUPYETCS AUYPOHOM U PEAKTUBUPY-
eTcs TIpU TocheaytolieM 100aBIeHUN 3K30T€HHOTO
JIOHOpa 3JIEKTpoHa, ackopdara [3, 4], 94To MOXeT
CBUIETEJILCTBOBATh O CIIOCOOHOCTU JUYpPOHA WHTHU-
OUpoBaTh aKTUBHOCTh NOHOpHOI cTtopoHbl DC II.
VYMmenbnieHe GayopecleHIINN, CBI3aHHOE C OKHC-

JeHueM Q, non neiicteueM cgeta 1 (cBeT, Bo30yxna-
fomuii mpeumyiectBeHHo ®C 1, >710 HM), UHITUOK-
pyeTcsl IMypOHOM U He peaKTUBUPYETCS acCKopOaToM
(B otimuue ot apdekra, CBI3aHHOrO ¢ (poToBOCCTA-
HOBJIeHNEM ¢deodnTrHa o, AecTBreM cBeTa 2 [ 3, 4].

IIpencraBineHbl pe3yiabTaThl MCCIASCOOBAHUS MECT
neicTBus yeTblpHanuat nuHrunouropos MC 11, umero-
X Pa3HYI0 XUMUYECKYIO TIPUPOIY Y OTHOCSIIIIUXCS K
pasHbiM TunaM uHruoutopos @C I1 [37]. INomyyeHbl
HEOIIPOBEPXKUMBbIE Pe3yJIbTaThl, IIOATBEPKIAOIINE CY-
IIECTBOBAHME BTOPOIO caiiTa MHTMOMPOBAHUS MCCIIC-
JIOBaHHBIMM areHTaMu Ha JoHopHoIi cropoHe PC II.
IlepBoHavanbHO OBLIO OOHAPYXKEHO, YTO 3TU UHTHU-
OUTOpPHI ITOIABIISIIOT (DOTOBOCCTAHOBICHUE CUJIMKO-
Moau0OmaTa TUJIaKOUIaMM XJIOPOILIACTOB, UCIIOIb3Y-
JOIIIMMU BOAY B KayeCTBE JOHOpa 3JeKTpOoHOB [37].
DTO yKa3bIBajJIO Ha CalT, OTJMYHBINA OT XOPOIIIO OXa-
paKTEepU30BAHHOIO CaiiTa MHTUOMPOBAHUS Ha aK-
nenrropHoii ctopore MC 11 Ha D1 6enke. Kpome Toro,
Ha OCHOBE MAHHBIX (PIyOpEeCLeHLIMM W CIIOCOOHOCTU
9K30TeHHOIO JOHOpa BJIEKTPOHOB, NUPEHUIKapba-
3uaa, MpeoaosieBaTh MoAaBlIeHUE peaKliuu (hOTOBOC-
cra"oBneHus1 DCIP B ciydae Bcex McCieqOBaHHBIX
WHTUOUTOPOB KpoMe OyTHIA30J1a, CACIAHO 3aK/II0YCHIE
0 TOM, YTO CYLLIECTBYET BTOPOI YY4aCTOK AEUCTBUS 3TUX
MHIMouUTOpOB Ha noHOopHOoM cropoHe DC II [37]. Uc-
CJIeIOBAaHO BJIMSTHUE OMYPOHA HAa OTHOCUTEJIbHBII
CPEIHUIT BBIXOH KMCJIOpPOAa Ha OOHY BCIIBIIIKY B 3a-
BHUCHUMOCTH OT BPEMEHHU MEXIY BCITBIIIKAMU B XJIO-
poruractax mmuHarta [38]. O0HapyXeHO, YTO B KOH-
LIEHTpallM, MPU KOTOPOM 3a0JOKMPOBAHO OKOJIO
80% ueneit nepenoca anekTpoHoB DC 11, otHOCUTETH-
HBII CpeIHUIT BBIXOHA KMCJIOpOAa Ha BCIIBIIIKY YMEHb-
IIIAaeTCS C YBEIMYCHUEM TEMHOBOIO MHTEpBaIa MEXITY
BerblnKkaMu [38]. CoenaHo 3aKimiodyeHHe O TOM, YTO
JUYPOH HE TOJIBKO JIeHUCTBYET KaK MHTUOUTOP aKIlIeT-
TopHoii cropoHbl @C 11, HO TakKe YCKOpPSIET Craj IMo-
JIOXUTEIBbHBIX 3apsimoB, xpaHsmuxcsd B KBK (kuc-
Jopona-BelaensioieM koMmiiekce) @C 11 [38]. [Toka-
3aHO, YTO TIOJKUCJEHUE XJIOPOIJIACTOB B TEMHOTE
BBI3bIBAET CHMKEHUE CIIOCOOHOCTU (peppolMaHuIa
BOCCTaHAaBJIUBAaTb OKUCJICHHBIA LUTOXPOM bssq, KO-
TOopoe obpaTrmo rpu noBeieHUn pH [39]. DToT 3h-
¢eKT momaBJIsSIeTCs, €CJIM B Cpely nepe IIOAKUCISHU -
eM N00aBJIsIeTCs] AUYPOH B OTHOCHUTENBHO HU3KUX
KOHIIEHTpauUsIX (MpUMepHO B 4 pa3a MEHbIIIUX KOH-
LICHTpaL1ii, HEOOXOIMMBIX JISI ITOAABJIEHMS TIEPEHO-
ca 3JIeKTpoHa Ha akuernropHoit cropone OC II) [39].
BriaBuHyTO IpeaIionoxkeHne, YTo CIIOCOOHOCTh HU3-
KWX KOHIIEHTpALMii IUypoHa OKa3bIBaThb crielupu-
yeckuit a¢pekT Ha bssg monpasymMeBaeT, YTO LIUTO-
XpOM bs5s59 MOXET OBITh OOJHUM K3 OCHOBHBIX CaiiTOB
neiictBust auypoHa [39]. MccnenoBaHbl 3(hdheKTh
IWypOHa Ha IIepPeXOIHbIN ITpolecc nHAYKunu F xm1o-
podwuia (OJIP) y BeICIIMX pacTeHUI U OOHAPYKEHO,
YTO HAYIbHBIH () U MakcuMasbHblii (Fy;) ypoBHU F
JIMCThEB, 00pabOTaHHBIX TUYPOHOM, HE U3MEHSIIOT-
CS1 OTHOCHUTEJIBHO KOHTPOJISI, €CJIi 00paboTKa IIpo-
BOOUTCS B IIOJIHOII TEMHOTE M IWUYPOH MEIJICHHO
muddyaaupyet B aucths [40]. IlyTreM ogHOBpeMeH-
HOT'o U3MepeHusI MporyckaHus rnpu 820 HM (U3Me-
peHus1 TToToKa 3JeKTpoHoB uepe3 PC I) mokaszaHo,
4YTO B 00pa3iiax, 00paboTaHHBIX IUYPOHOM, ITYJI TLIa-
CTOXMHOHA OCTAE€TCSI OKMCIEHHBIM BO BPEMS CBETO-
®U3UOJIOTUS PACTEHUN Ne 2
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BBIX MMIIYJbCOB, TOIJAa KaK B HEOOPaOOTAHHBIX JIM-
CTbSIX YPOBEHb F); COBIIAAET C YPOBHEM [ JIUCTBHEB C
MOJTHOCTBIO BOCCTAaHOBJIEHHO# 1IeTbIO TpaHCHOpTa
9JIeKTPOHOB. OIVMHAKOBbIE 3HAYEHUSI BEJIMUMH Fy; B
00pabOTaHHBIX M HEOOPAOOTAHHBIX JMYPOHOM O0Opa3-
11aX YKa3bIBAIOT HA TO, UYTO B HETTOBPEKACHHBIX JINCThSIX
3HaueHue Fy; He 3aBUCUT OT OKUCIUTEJIbHO-BOCCTA-
HOBUTEIBHOTO COCTOSTHUS ITyJTa TTAaCTOXWMHOHOB [40].
Kpome Toro, nmokazaHo, 4To 0OBIYHO HAOJIOJAECMOE
yBenuueHue F, BEpPOSITHO, CBSI3aHO C MPUCYTCTBUEM
(maxxe o4eHb CIa0OT0) CBeTa BO BpeMsi 00pabOTKM
JIMYPOHOM, 1 YTO B TWJIAKOMAHBIX MEMOpaHax B IIpU-
CYTCTBUU JUYPOHA YPOBEHb F); HIKE MO CPABHEHUIO C
ypoBHeM Fy; KoHTposbHOoro obpasua [40]. Bnepsbie
npeacraBieHa Kpuctaumydeckas ctpykrypa @C 11 [41].
Koposbie komriekcsl @C 11 BelmeaeHbI U3 KJIETOK Tep-
MOMWIBLHBIX I1MaHoOakTepuii  Thermosynechococcus
elongatus ¢ nHTM6UTOPOM, cBsI3aHHBIM ¢ DC 11, Tep-
OyTpuHOM, ¢ pa3peuieHueM 3.2 anrctpema [41]. bui-
JIO 0OHAPYKEHO, UTO UCCIICIOBAHHBII MHTUMOUTOP CBSI-
3BIBAETCS 110 KpaliHEe Mepe IByMsI BOTOPOIHBIMU CBSI-
35iMU ¢ Qp-caliToOM MOJOOHO TOMY, KaK 3TO MMEET
MECTO Y aHOKCUTEHHBIX ITypITypHBIX OakTepuii. O0-
cyxnaercsd cBsisbiBaHre MHTHOUTOopoB ¢ MC 11 ¢ Tou-
KM 3pEHUsI BJIMSHUS Ha OKHUCIUTEIbHO-BOCCTAHOBU-
TeJbHBIN MToTeHman Qy [41].

®EHOJIbHBIE UHTUBUTOPHI CPABHEHUE
MHI'MTOPOB ®EHOJIBHOI'O
N JNYPOHOBOI'O TUITA

B 1979 rony unruéuropsr @C II okoHYaTEIbHO
pa3aeauin Ha ABe OOJIbIiMe IPYINbl: IMYyPOHOBOTO 1
¢eHonpHOrO THNA [42]. 3amernieHHbIe (heHOIbI (A1-
Hoce0, MOKCUHWJI, HUTPOGEeH, OPOMHUTPOTUMOI,
TpUdAYypaIUH, TPUHUTPODEHOJI, TMHUTPO-0-KPE30JI
U T. J1.) XUMUYECKU 3HAYMUTEJIbHO OTJIMYAIOTCS OT UH-
rMOUTOPOB TUTIA AUYPOHA U aTpa3vHa U, TeEM HE Me-
Hee, MMEIT CXOIHBbIIM 3(MdeKT Ha 3JeKTPOHHbINI
TPaHCTIOPT, TOJABJSISI BOCCTAHOBJIEHWE IJIACTOXU-
HOHa Ha akuenTopHoii cropone ®C II [42]. deTanb-
HOE pPacCMOTpPeHUE UMHIUOUTOPOB (HOTOCUHTE3A
npencrabieHo B 003opax [onpadensaa n Kaparmers-
Ha [43, 44]. JluypoH BbI3bIBaeT yBeaudeHue (iayo-
pecueHnuu xiaopodmuia OC 11, ocmuumpyoliee ¢
MEPHOJIOM /iBa B 3aBUCUMOCTU OT HOMEpPA BCHBILIKU
[21]. IMomaratoT, yto 3TOT NoabkeM F sBisieTcs cien-

CTBMEM IepeHoca 3EKTpoHa OoT Qi K Q4 MHAYLHpO-
BaHHOTrO 3amelieHueM Qg uHruoutopom [28]. Ionoo6-
Hast ocLiwuuisiuys F Obuta HalineHa v j1st aTpa3uHa, M-
pazoia, nmHOce0a, MOKCUHWIA 1 OPOMHUTPOTUMOJIA
C MAaKCMMYMOM Ha HEeYeTHYIO (HauMHasl ¢ TepBoil) u
MUHUMYMOM Ha YeTHYIO (BTOPYIO) BCIIBbIIIKU [45].
[1pu sToMm n3mepenue F mpoBomnmim, UCIIOIb3YS Cla-
OBIif M3MEPUTEIILHBIN CBET, HE CITOCOOHBIN BBHI3BATh
noabeM F. Jlo6aBieHnue rugpokcunamuHa (HA) Ha-
pymaetr goHopHyo ctopoHy DC II, a 31eKTpOHHI,
unyuue Ha poroBoccTaHoBieHUEe Qp, MOCTABISIOT-
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csa (HA) [46]. YBenmmuenune ypoBHS Fj,, MHIyIIIPO-
BaHHOE 100aBIeHUEM MHTMOUTOpPA MOcje TEMHOBOM
ajanTalyy TpeaBapUTeIbHO OCBEIICHHBIX XJIOPO-
IJIACTOB B 9TUX YCJIOBUSIX, CBUAETEIBCTBYET O OJIOKHU -
pPOBaHUM MOTOKA 3JIEKTPOHOB Ha aKIENTOPHON CTO-
poHe OC I1. Mokcunui, TpudaypaivH 1 HUTpOdeH,
B OTJIMYME OT JUYPOHA, HE BbI3bIBAIM YBEIUUEHUS F;
[22]. B 1O ke Bpewms1, B pabote [45] moka3zaHO, 4TO
WOKCUHUJ BbI3biBaeT yBenuueHue F,. [lpu Hempe-
PBIBHOM OCBEIIeHUHM HUTpOodEeH, TpUIypaanH, Mo-
JIOOHO TUYPOHY BBI3bIBAIOT BO3pacTaHue F, XJI0po-
dwta OC 11, a nuHOCEO M MOKCUHUI — HeT [22]. B
paoote [45], HA00OPOT, TTIOKA3aHO, YTO TOJBKO MOK-
CUHUJ BbI3bIBaeT yBenuueHue F. [lokazaHo, yto e-
HOJIbHbIE MTHTUOUTOPHI (TaK XKe KaK JUYpPOH) OJIOKU-
pYIOT Mpoiiecc dhoTonepeHoca JaeKTpoHa Mexay Q,
u Qp Ha cepuio BcmbllieK cBeta [47], u3mepsieMoro
no AA mpu 320 HM, CBSI3aHHBIM C OOpa3oBaHUEM
aHUOH-paauKajla CEeMUXUHOHA. DTU AA OCIULIIUPY-
10T C TIEPUOJOM ABa (C yMEHBIIIEHUEM MOIJIOIIEHNUS B
coctosiHusIXx Q,Qp u Q,QgH, 1 yBenueHuem norsuo-

mweHus: B coctossHuU Q,Qp) MOCKOJBKY COCTOSIHUE

Q, Qg 3a ~200 nic nepexoaut B coctosinue Q,Qy. On-
Hako Tocje 00paboTku xjioporuiactoB (HA) B TeM-
HOTE M HECKOJIbKHMX IIMKJIOB OCBEIIEHUS IUHOCEO
BBI3BIBaeT MHBepTHUpOBaHe AA ipu 320 HM ¢ yBeIn-
YeHWEM Ha MEePBYIO U yMEHbIIIEHHWEeM Ha BTOPYIO
Benbliku [47]. TTogoOHBIN 2 dexkT HabmomaeTcs
npu J00aBjieHUU 4-TUHUTPOPEHUIIOBOTO 3(dupa
2-non-4-HATPOTUMOJIA — MHTUONTOPA PEOKUCIICHUS
PQBH, mi1acTOXMHOH-IUIACTOLIMAHUH OKCUIOpE-
nykTtazoii [42]. dDeHoNbHBIE MHTMOWUTOPHI 3HAYM-
TEJIbHO OTJIMYAIOTCSI OT UHTUOUTOPOB AUYPOHOBOTO
¥ TpUAa3uHOBOIO THIa 110 3 dekram Ha DITP-curna-
Jibl Q-Fe(I1) u Pheo™ [48]; monockl TepMotoMUHecC-
uneHuuu OC 11 [49]. UHrubupoBaHUe IepeHoca
aieKTpoHa Mexny Q4 1 Qg MIHTMOUTOpaMU TUYPOHO-
BOTO W TPMA3MHOBOTO TUIA NPUBOAUT K UCYE3HOBE-
HUo B-monocel TepmomomuHecueHnuu (+30°C),

CBSI3aHHOM ¢ pekoMOuHauuei 3apsnos (B1) S,Qg, u
(B2) S;Qp [49]. BMecTo Hee nosiBiisieTCst HOBas oJjioca

(10°C), cBsi3aHHas ¢ peKoMOUHaLKel 3apsiaoB S,Q , .
Ee o603Hauvaior D unu Q [49]. ®eHOoJIbHbIE MTHTUOM-
TOpHI BhI3bIBalOT caBur D-mosocel (15°C) [49]. Co-
xpa"neHre D(Q) moJiockl B IpUCYTCTBUM (PeHOIbHBIX
WHTUOUTOPOB CBUIETEILCTBYET 00 WX JIEeUCTBUM
mexny Qa u Py-niynom. PasHoe neiicTBre dheHOIb-
HbIX U AUYPOHOBBIX-TPUA3UHOBBIX WHTUOUTOPOB Ha
D-nioniocy ucnonb3yeTcst 1Jist uccienoBaHUs UX KOH-
kypeHuuu [49]. [IpuMeHeHre TepMOJIIOMUHECIIEH-
LIUU JJ151 UccliefoBaHWS POTOCUHTETUUECKUX O0BEK-
TOB U AEWCTBUS Ha HUX TepOUIIMI0B TOAPOOHO OMU-
caHo [49]. Psan ¢hakToB yKa3blBalOT Ha CYIIIECTBOBAaHUE
BTOPOI'O MecTa NeiCTBUS (PeHOJbHBIX UHTMOUTOPOB
Ha poHopHoii ctopoHe DC II. Tak, HuTpodyop-
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¢deH, NOKCUHUII, OYyTHUIa30J, OPOMUKCUHIII, TUHO-
ced mnomaBisiOT (OTOBOCCTAHOBJICHME MoJubmaTa
KpeMHUs [37], akLIeNITUPYIONIETO 3JISKTPOHBI 10 WIU

oT Q4. UckyccrBeHHBbIE 1OHOPHI 21ekTpoHa (H,0, u
IrdeHmIKap06a3um) IIpeaoTBpalIaloT OJIOKUPOBaHIE
STUMM WHTUOUTOpaMHU (POTOBOCCTAHOBIICHUS -
xnopdeHonuHaodeHoma [37]. OnHako B 60jiee paH-
Helt padoTte [22] moKa3aHo, YTO MOKCUHMII ¥ TUHOCEO
He ITOJAaBJISIIOT (DOTOCMHTETUYECKOE BhIIIEJICHNUE KIC-
Jiopojia ¢ MOJIMOIATOM KPEeMHUSI B KaueCTBE aKllemn-
Topa aJieKTpoHa. JlobaBjieHWe OUYypOHa, aTpa3vHa,
IrnHOCce0a, MOKCUHWIA 1 OPOMHUTPOTUMOJIA BHI3BI-
BaeT II0CJIe IIPeaBapUTEIbHOI BCIBIIIKM CBETa BbI-
CBeuMBaHUe 3aMemIeHHOI moMuHecueHuun OC I1.
Omna 0o0yciToBJIeHA peKOMOWHAIIMEN OTPUIIATETBHOTO

3apsina Ha Q, M MOJIOXUTENbHOTO 3apsiaa, 3alaceH-
Horo Ha noHopHoii ctopoHe DC 11 [45]. ITpu BHece-
HUM WHTMOUTOpa AUYPOHOBOIO THUIIA 3aMeIdJIeHHAas
JIIOMMHECIIEHIIMS Ha MOCJIEAYIOIIE BCIIBIIIKI OCTa~
eTCsI BBICOKOI M HeM3MEHHOM. B ciryyae mpou3sBon-
HBIX (peHOoIa TPOUCXOAUT MOCTENEHHOE (OT BCIIBIIIKY
K BCIBIIIKE) MOHIDKEHNE YPOBHSI 3aMEIJIEHHOM JIIO-
MUHECIEHIIUM, TI0JO00OHO TOMY, KaK 3TO UMEET MECTO
npu gobasiaeHun ruapokcuiaamuHa (0.1 MM) [45].
B npucyrcTBuM aumypoHa BCITBIIIKA CBETA BBI3HIBACT
nonbeM F no MakcuMasibHOTO YpoBHS Fy;. Cnag F B
9TOM CJIyyae IPOUCXOAUT B OCHOBHOM 3a CYET pe-

KOMOMHALMU OTPULIATEJIBHOTO 3apsifa Ha Q, M Io-
JIOXUTEJIBHOTO 3apsiia, 3allaCcHHOIo Ha JIOHOPHOI
cropoHe DC II. PaspylieHre KUCIOPOABBIAEISIONIECTO
KOMIUIEKCA THUOPOKCWIIAMUHOM IIPEOOTBpAIacT pe-
koMOuHamio. B atom cinydyae F coxpaHsieTcst Ha Mak-
CUMaJIbHOM YypoBHe [45]. F, uamepsuiu ciaabbiM U3Me-
PUTENBHBIM CBETOM, a IEPEHOC 3JIEKTPOHA MHIYLIPO-
Baau 25 MC BcOBIIKaMu, ciemyommumu ¢ 20 ¢
TEMHOBBIM MHTEpBaJIOM. B MOTOOHBIX 3KCIIEpUMEH-
Tax, B OTCYTCTBHe muypoHa M HA, 1okaszaHo, 4To
OPOMHUTPOTUMOJ, IMHOCEO 1 MOKCHMHUII BBI3BIBAIOT
MocTerneHHoe yBeaudyeHue ypoBHs F. [1pu atom ne-
CSTh 25 MC BermblIllIek oKa3anuch B 10 pa3 apdekTun-
Hee ogHOM 250 Mc BemeIky. B 1O Xe BpeMsI, orpene-
JISTIOIIE OKa3ajlaCh M UIMTEILHOCTh TEMHOBOIO MH-
TepBajia [45]. CaoenaH BBIBOM, UTO B MHTMOMPOBAHUU
JIOHOPHOM CTOPOHBI (DEHOJNBHLIMM HWHTHUOUTOPaAMM,
MIPOMCXOISIIEM, BEpOSITHO, Ha yJacTKe AeiicTBust HA,
3a/1eMCTBOBAH HEKUIA MTPOIYKT, 00pasytoluiics B (hoTo-
aKTe 1 MpeTepIIeBaIONINI MOIU(MUKAIINIO B TTOCICIYIO-
meil TeMHOBOM cTtaguu. VIHTMOMTOPHI TNYyPOHOBOIO
TUIIA He BBI3bIBAIOT MOMOOHBIX 3dekToB. DITP cur-
Han Ilg, mpunuceiBaeMblili KaTUOH-paguKaly THUPO-
3uHa-160 6eaka D2 ®C 11, mpucyTcTBYIONIMII B He-
ocBenieHHBIX MeMOpaHax DC 11, moJIHOCThIO HcYe-
3aeT MpH 100aBJIEHUU TUHOCEe0a, HO ITPaKTUYEeCK He
n3MeHsIeTcs B IpucyTcTBum muypoHa [48]. I[Tomo6-
HEBI1 5 (EKT BBI3BIBAIOT BOCCTAHOBUTEIN U HEKOTO-
pble ADRY-areHtsl [50]. PeHONBbHBIE MHTHOUTOPDI
BBI3BIBAIOT TAKXKE YCKOpPEeHME TeMHOBoOTO crtaga DI1P-

curHasia Il cBsizdaHHOro ¢ (GPOTOOKUCIEHHWEM BTO-
PHUYHOTO JOHOPA 3JIEKTPOHA TUpo3nHa 161 D-6enka,
B Tpuc-o6padboraHHbix npenaparax @C II [50]. Dror
¢axT yKaspIBaeT Ha IIpIMOe JOHMUPOBAHUE DJIEKTPO-

Ha OT MHTUOUTOpa K YZ+ 100 SIBJISIETCS CJIEACTBUEM
WHIYLUUPOBAHHBIX WHTMOUTOPOM U3MEHEHUM, MO-
INGUUIMPYIOIINX HOPMAJbHBIM TyTh TpaHCIIOpTa
anekTpoHoB B ®C II [51]. JuHoced Takke mpeBpa-
IIa€T BOCCTAHOBJIEHHYIO BBICOKOMOTEHIIMAJIbHYIO
(dopmy nuToxpoma bss9, 0OOIYHO IPUCYTCTBYIOILYIO B
HeocBellleHHbIX MeMOpaHax @C II, B OKHUCIEHHYIO
HU3KOIIOTeHIIUAaAbHYI0 ¢dopMy [48]. JlobaBieHue
(EeHOIBHBIX UHTMOUTOPOB MPUBOIUT K (POTOOKUCIIE-
HUIO KapOTMHOWIOB, PETUCTPUPYEMOMY IO Xapak-
TepHOMY YBEJIWUESHMUIO MorIomieHus pu 990 HM mo-
cjie BO30yXIIeHUs BCHBIIIKON CBETa, TOrAa Kak HU
aTpa3vH, HU IUYPOH, HU O-(hpeHaHTPOJIMH TaKux 3¢-
¢eKTOB He BBI3BIBAIOT [51]. B mopsinke yMeHbIIEHUS
3 PEeKTUBHOCTN OKUCICHMSI KADOTUHOWIOB OHM MOTYT
OBbITb pPACIOJIOXKEHbl B CJEAYIOIIWN psa: JUHOCEO,
OpPOMHUTPOTUMOJ, TPUHUTPOMDEHOJ, WOKCUHWI, HU-
HUTPO-0-Kpe3o1, 2,4-muHurpoderon. KoamgecTtBo
KaTUOH-paauKalla KapoTuHouaa, oOpa30BaHHOTO B
MPUCYTCTBUM MHTUOUTOpPA, 3aBUCUT oT pH cpenbl u
3HAYMUTEJIBbHO yBeanyuBaeTcs npu pH Hike 5.5 [51].
ITpu Huzkux 3HaueHUssx pH ckopocTs oToobpaszo-
BaHUSI KaTUOH-paluKalla KapoTUHOUAA B TPUCYT-
CTBUM MUHTMOUTOpA yMEHbIIAETCsl MPpU pa3pylieHUun
Bonookuchstoneit cuctembl @C 11 [51]. boabiivH-
CTBO U3 PACCMOTPEHHBIX CBOMCTB XapaKTEpPHO LIS
TPYNIIBI COeAWHEHMi, o0o3HavyaeMbix Kak ADRY-
areHTbl — XMMUYECKUX COEAUHEHMIA, YCKOPSIOLIINX
CITaJ1 3aracarolmx 3apsii S-COCTOSIHUM KUCI0OPOIBbIAE-
nsnorero komrmiekca AC 11 [50, 52, 53]. Ipennonara-
€TCsl, YTO MHOTHE U3 3TUX 3(PPeKTOB (heHOTBHBIX UHT -
OUTOPOB OOYCIOBJIEHBI X MPSIMBIM B3aUMOAECUCTBUEM
¢ KoMIToHeHTaMU JOHOPHOI ctopoHbl DC 11. B monb3y
TOTO, YTO HEKOTOpble MHrHMoUpyolme 3pdekTrl de-
HOJIbHBIX MPOU3BOAHBIX OOYCJIOBJIEHBI MX CIIOCOOHO-
CTbIO K OKUCJUTEIbHO-BOCCTAHOBUTEJILHOMY B3aMMO-
neiictBuio ¢ kKomrmoHeHTamu DOC 11 cBumeTebLCTBYET
psiA IMTepaTypHBIX JaHHBIX. Tak mokazaHO ceHCUOU-
JIM3UPOBAHHOE XJIOPOPUILIIOM (DOTOBOCCTAHOBJIEHNE
0pmo- 1 napa-IuHATPOOEH3EHOB, TIpU 3TOM 3P deK-
TUBHOCTb BOCCTAaHOBJIEHUS CBSI3aHA C OKWCJIUTE/b-
HO-BOCCTAaHOBMTEJIbHBIM TIOTEHIIMAJIOM WCCJIeIOBaH-
HbIX coeauHeHuil. CooOlllaeTcss O BOCCTaHOBJIEHUU
HUTPOTPYIII 0 aMUHOTPYIIT U3BECTHOIO MHIMOUTOpA
¢deHobpHOrO Kilacca — nuHoceba [54]. IToka3aHo, 4To
MEXaHU3M MHTUOUPOBaHUSI (DOTOXMMUUYECKON aKTUB-
Hoctu PC II uHruburopamu eHOJBHOro Kjacca —
MOHOJIOM U €ro aHajoraMu (aHTHOKcHMAaHTaMu ¢e-
HosbHOM npuponsl A1—A0), BEeposITHO, 3aKJTIOYAETCS B
CMOCOOHOCTH 3TUX COETUHEHUI TOHUPOBATh 3JIEKTPOH
B YCJIOBUSIX KOHKYPEHIIUMU C TTpolieccamu (POTOCUHTE-
TUYECKOTO OKUCIEHUS BOIBI [55]. OO OKMCIUTEILHO-
BOCCTaHOBUTEJIbHBIX MPeBpalleHUsIX (PEHOJbHBIX CO-
eIMHEHUII B XJIOpOIlJIacTax coob11aeTcst B padbote [56].
®U3UOJIOTUS PACTEHUN Ne 2
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ITokazano, 9yTo (peHOJBHBIN MHTUOMTOP KBEPLECTUH
a¢ddexTMBHO TOHaBASAECT (POTOCHMHTECTHUYECCKUA
TPaHCIIOPT 3JIeKTpOHA, IIPUYEM B OCHOBE MEeXaHU3-
Ma ero OeMCTBHS JIEXXHUT CIIOCOOHOCTb K OKUCIIM-
T€JIbHO-BOCCTAHOBUTEIBHOMY B3aMMOICHCTBUIO C
®dC 11, a UMeHHO B CITOCOOGHOCTU KBaplLIETHHA TTPpU
OonpeneeHHBIX YCIOBUSIX BBICTYIATh B KAYECTBE 9K~
30T€HHOI0 KOHKYPEHTHOTO IOHOpa 3JeKTpoHa,
aJIbTEPHATUBHOTO KMCJIOPOI-BbIICISIOMIEMY KOM-
miekcy MC 11 [56]. O6HapykeHa cIOCOOHOCTH (e-
HOJILHOTO repOuiimaa auHoceda K OKMCIUTEIILHO-
BOCCTaHOBUTEJILHOMY B3aMMOICICTBUIO C KOMIIO-
HeHTamu P ®C II — deodputrHOM U X10podu-
oM Pgg, [57]. ITokazaHo, yTO nOoGaBiIEeHUE TUHOCE-
0a B KOHILIEHTpalMM 5 MKM M BhIlIEe K CyOXJIOpO-
miactHeIM IIpenapataM @®C II ropoxa BEI3BIBaeT
YCKOpEeHME TeMHOBOI pejlakcallud U yMEHbIIeHUe
BEJIMYMHBI U3MeHeHUT noriomeHus (AA) u ¢iryo-
pecueHunu (AF), cBI3aHHBIX ¢ (POTOBOCCTAaHOBJIE-
HueM Pheo B aHaspoOHBIX yciioBuUsX. [{nHOCEO BbI-
3bIBaCT TaKXXe IoJaBlieHNe (DOTOMHAYLIMPOBAHHBIX
usMeHeHuit F (AF), orpaxaoimux GOTOBOCCTAHOB-
JIeHue aKlienTopa 3jekTpoHa Q. u GoTonHAYLIUPO-
BaHHBIX U3MEHEHUI oromieHus (AA), xapaKTepu3u-
pytoiiux porookuciaeHue Peg, [57]. Tlpu nodasieHuun
JTUTUOHUTA, BBI3BIBAIOIIIETO TEMHOBOE BOCCTAHOBJIE-
HUE TMHOCce0a, BCe OMMCaHHbIE BhIIIe 3(h(heKThI MCUe-
3a0T. Ilpu aTOM y mmHOCeba IOSIBISIETCS CIIOCO0-
HOCTb K 0JI0KMpoBaHMIO 3j1eKTpoHa(oB) Ha PLI ®C I1.
[Ipenanonaraercs, YT0 OKUCIUTEIbHO-BOCCTAHOBU -
TeJIbHOE B3aUMOJACICTBUE C IEPBUYHON MOH-paIy-
KaJIbHOM Iapoil BEI3BIBAIOIIEE YMEHBIIIEHUE €€ Bpe-
MEHM XW3HU, BHOCUT BKJIaA B oOmIuii 3¢pPeKT nH-
rMOMpPOBaHUS TMHOCEOOM IIepeHOoca IJIEKTPOHOB B
OC II [57].

Tepmomomunecuenus (TJI) kak mpoba ¢poToxm-
muu OC 11; npupona mukos TJI @ CII xnopormiacToB
B OTCYTCTBUM U B npucyTcTBUU nHruounropos ®C II;
naHHbIe o nelictBur nHruouropo MC 11, momasisi-
IOIMX IIOTOK 3JICKTPOHOB Ha aKIEIITOPHOI CTOPOHE
dDC 11, a Takke o ToM, Kak nuHruouropsl OC 11 Biau-
SIOT Ha ¢¢ JOHOPHYIO CTOPOHY M BBI3BIBAIOT CIBUT
OKMCJIMTEIbHO-BOCCTAHOBUTEIBHOTO  MOTECHIIMAJIa
S-cocTostHuii, mojydeHHbIe MeTonoM TJI; HanGoee
XapaKTepHbIe U3MeHeHUsI KpuBoit cBeueHus TJI xio-
poOILIAcCTOB, OOpaOOTaHHBIX XWUMWYECKMU pa3HBIMU
nHruontopamu ®C II; meron TJI KaK MHCTPYMEHT
U3Y4YCeHUs] KOHKYPEHTHOTO BBITECHEHUSI pa3HbBIX UH-
rubutopoB OC 11 ¢ Qy-cBs3bIBAIOIIETO caliTa; BAUS-
Hue uHruoutopos MC II na TJI xyoporuiacToB, 00-
paboTaHHBIX TPUIICMHOM; OIpeleJeHue YYacCTKOB
NEeHACTBUS TepOMIIMAOB C MOMOIIbIO JAHHBIX ITOIY-
YEeHHBIX METOJIOM M3MepeHMs KpuBhIX TJI; MexaHM3MBI
JIEMCTBUSI XMMWYECKM pa3HbIx MHruomropos ®C II
(MOYEBMHBI, MMPUIA3UHOHBI, (heHUJIKapOaMaThl, TPH-
a3UHbI, TUAPOKCUXWHOJMHBI, TUAPOKCHOEH30HUTPH-
JIBI 1 IUHUTPOMEHOJIBI) Ha (POTOCUHTETUIECKUI TTepe-
HOC 3JIEKTPOHOB U B 1iejioM Ha potoxumuio OC 11 Ha
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OCHOBE TaHHBIX ITOJIydeHHBIX MeTogoM TJI; kiraccu-
dukauung nnruouropos MC II Ha ocHOBe TEpMOAU-
HaMMYECKUX ITapaMeTpoB, PACcCUMTAHHBIX IO pe-
3yJibTaTaM WCCJIEAOBAaHUN TEePMOJIOMUHECIIEHIINN
XJIOPOILIACTOB, B IIPUCYTCTBUM WHTMOWUTOPOB, IPU-
BomsiTcs B 003ope [58]. IlokazaHo, UTO CBSI3BIBAHNE
nHruoutopos @C Il BiausieT Ha pedoOKC MOTEHIIMAI

(E,,) mapsr Q,/Q, PC II. PeHOoTBbHBIE UHTUOUTOPHI
cHmxawT E_, mpumepHo Ha 45 MB, B To BpeMs Kak
nuypoH nosbiaet E, Ha 50 MB. OTu cniBuru BbisiB-
JISIIOTCSI TIO U3MEHEHUIO TeMIepaTyphbl MUKOB T10JIOC
TJI, Bo3HUKaMOIINX B pe3ybTaTe peKOMOMHAIIUU 3a-

Ps1I0B B MOH-PAIMKAJIBbHBIX Iapax ¢ yuactuem Q, [59].
IMonyyeHHBIC TAaHHBIE TTO3BOJISIOT OOBSICHUTD YBEJIM-
yeHue uyBcTtBUTeabHOCTU DC II K cBeTy npu neii-
CTBUM (DEHOJIBHBIX IepOULIMIOB U CHUXXeHUE (HOTO-
MOBpPEXIEeHUS Tocyie obpadoTku auypoHom. Ilpen-
I0JIaraeTcsi, YTO MPOAYKT PEKOMOMHALIUM 3apsIoB

napsl [P;SOQ_A] orpenessieTCsT BEIMUMHON CBOOOTHOM
SHEPTUM MEXOY paauKalbHBIMU MapamMu [Pst;oQ;] u
[P;80 Pheo~]. Koraa aToT 3a30p HeBelUK (TO €CTh, KO-

rna E.Q,/Q, cHuXaeTcsl), MpearnoyTUTeNbHa WC-
TUHHas1 oOpaTHas peakuus, [IpU KOTOPoil obpasyer-

cqa [Pg'goPheo*], COCTOSIHME, KOTOpOE pacragaeTcs C
o0pa3oBaHMEM 3HAYUTEILHOTO BBIXOJA TPUILICTA
P¢go. DTO TpuIuieTHOE cocTossHUE xJiopoduiia pea-
TUPYET C KUCIOPOJIOM, 00pa3ysl CUHIJICTHBIN KUCITO-
poOll, OTBETCTBEHHBIN 3a (poTtonoBpexneHus OC I1.
Korma BeimurHa cBOOOIHOI SHEPIMU yBEJIMYMBACT-

- + —
cs (ripu Bo3pactanuu E,Q,/Q, ), Bbixon [Py, Pheo™]
YMEHBIIIAeTCs, M OOIbINAs 9YacTh PATUKAITBHOM ITaphl

[P&OQ;] pacriagaeTcsl aJib-TepHaTUBHBIM MEHee pas3-
pymurtenbHbiM 11t DC 11 crioco6om [59]. [TogpobHO
ucciaenoBaHbl  odpdexkTel  2,4,6-TpuHUTPOdEHONA
(TNP) u npyrux (peHOIbHBIX MTHTUOUTOPOB, OPOMOK-
cuHua U auHoceba, Ha sHepretuky ®OC 11 [60].
B untakTHO#t DC 11 heHONBHBIE UHTUOUTOPHI CBSI-
3BIBAIOTCST TOJIBKO ¢ 90—95% caiitoB Qp maxe Impu
HaCBIIIAIOMINX KOHOeHTpauusgx. B ocraBmmxcs PLI
DC II (5—10%) nsmeHsIETCS TTEPEHOC DIIEKTPOHOB OT
Q4 k Qp, HO MpU 3TOM COXpaHsSIETCsl YSI3BUMOCTh K
WHIMOMTOpaM Kjiacca MOYEBUHBI/Tpra3uHa. CBSI3bI-
BaHUe (heHOJbHBIX UHTUOUTOPOB € Qp-caiiToM ObLIO
B 30—300 pa3 MemyieHHEe, YeM Yy MTHTUOUTOPOB Kjlacca
MOUYe€BHHA/TpUa3uH (IuypoHa u atpaszuHa) [60]. B
nepsom turie PII coctosinue S,Q, 6bu10 B 10 pa3 me-
Hee CTaOMJIBHBIM B TIPUCYTCTBUM (DEHOJIBHBIX MHTUOM-
TOPOB, O CPAaBHEHUIO C UHTMOUTOpPaMU KJIacca Moue-
BUHa/Tpua3rH. AhGUHHOCTD CBA3bIBaHUS (DEHOTBbHBIX
repoMLIMIOB cHKasach B 10 pa3 B coctosiHuu S,Q, Mo
cpaBHeHUIO ¢ cocTosiHueM S,Q,. Ymanenue KBK c
BHEINHUMMU OejakaMu mOpoMbiBKoii HA yctpaHser
MEIJIEHHYIO KUHETUKY CBSI3bIBaHUS, a TAKXKe JecTa-
ounusupytomue 3pdexTer Ha S,Q, cocTostHUe [60].
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[IpemioxeHa MoaeIb, COINIACHO KOTOPOIi peIOKC MO~
TeHUMan Q, CHUXAaeTcsl 3a CUeT KPaTKOCPOUHBIX
KOH(MOPMALIMOHHBIX M3MEHEHM, BbI3BAHHBIX CBSI-
3bIBaHUEM (DEHOJIbHOTO HHIubuTopa B Qp-HWUIIIE.
Oob6paborka HA ycTpaHsieT 3TO B3auMOAEHCTBUE,
BO3MOXHO, o0ecrnieurnBasi OOJIbIIYI0 THOKOCTh B Qp-
caiite [60]. BbIsIBIEH HOBBI y4acTOK MpeUMYyIe-
CTBEHHOTO CBSI3bIBaHUS IUYypoHa, 1uHoceba, TPb u
ADRY-areHToB ¢ HOBBIM XWHOH-CBSI3bIBAIOIIUM
cailToMm Q¢ M MOKa3aHO, YTO PE3YyJIbTATOM TaKOro
CBSI3BIBAHUSI SIBJISIETCSI CABUT CPEIHETOYEYHOIO IT0-
TeHlMana E,, BBICOKONOTeHIIUaIbHO (hOPMBI LTUTO-
XpoMma bssg B CTOPOHY OTPULIATEbHBIX BEJIUYUH B pe-
3yJIbTaT€ OKMCJIECHUSI T€MOBOM TpYIIMbl LIATOXpOMa
>TMHU areHTamu [61] I1peacraBiieHbl JaHHBIE 00 3d-
dekTax KpaTKOBPEMEHHOI 00pabOTKM KJIETOK 3eje-
Hoii Bogopociau Chlorella kessleri 1 imaHobakTepumn
Synechocystis salina, UMeIOIINX Pa3HYIO OpraHM3a-
o PC 11, uHrubuTopamMu cemeiictTea heHUIMOoUe-
BUHBI (IWYPOH, U30MPOTYPOH) U (DEHOJIBHOIO TUIA
(MOKCHHWI), UCCIeT0BaHHBIX MeTogoM PAM-dyo-
pomerpuu F xnopodpummia ®C 11 u mo ckopocTtu do-
TOCUHTETUYECKOTO BBIAEICHUSI KMCIOpoAa C MOMO-
b0 aekTponoB Tumna Kiapka u tuna 2Kojuo [62]
ITo a3¢phekTMBHOCTY MHTMOMPOBAHUSI areHTHL ObLIN
pacIioJIOKeHbl B CJIEAyIOlIeM TMOpsiaKe AUYPOH >
> n3onpoTypoH > nokcuHui. Ilpennonaraercs, 4ro
HCClIefOBaHHbBIE MHTUOUTOPHI BIUSIOT HE TOJIBKO Ha
aKIEeNTOPHYIO, HO U Ha TOHOPHYI0 ctopoHy PC 11,
moaudunupyss Mn-kiactrep KBK, u uyto omHoii u3
NpUYrH pazHoro wHruoupoBanuss ®C I stumu
areHTaMu SIBJISIETCSI UX BJIMSIHUE B Pa3HOI CTENEeHU
Ha KMHETUYECKUE TTapaMeTphbl peaKkinii, CBI3aHHbBIX
C BBIICJIEHHEM KHUCI0opoaa (HadyajabHOE paclipeneiie-
HUE COCTOSIHUI Sy—S,;, KOJTUYECTBO 3a0JIOKUPOBaH-
HBIX IEHTPOB Sg, BpeMsi 000poTa COCTOSIHU S;, TIpo-
MaxoB 1 IBOMHEIX MomagaHuii). O6cyXnaeTcs CBSI3b
MEXIy UHTMOMPOBaHUEM TepOULIMAOM U U3MEHEHU -
eM KMHeThu4ecKux napaMmeTpoB [62]. [Toka3aHo, 4TO
MIPUIMHOI r'OeIn pacTeHus:, 00padbOTaHHOIO NHTH-
outopamu @C 11, aBIgI0TCS TOBPEXACHMS, BbI3BaH-
HbIE€ pa3BUTUEM OKMCJIUTEJILHOIO CTpecca Ha CBETY B
pe3yabTaTe 00pa3oBaHMsI CUHIJIETHOTO KHCIOpOIa B
PILI ®C II. IMoapo6HO paccCMOTpeHBI MeXaHU3MbI
Pa3BUTUSI OKHUCIUTEIBHOTO CTpecca MpU AEeUCTBUU
Ha OC 11 *HTMOUTOPOB, OTHOCIIIIMXCS K Pa3HBIM Ce-
MelicTBaM (MTPOU3BOAHBbIE MOUEBUHBI U TpUa3WHA U
denonbHbie HIHOUTOPHI DC 11) [63]. MeTomom cru-
HOBOM JIOBYIIIKM MOKa3aHO (hOTOMHIYLIMPOBAaHHOE 00-
pazoBanne ADK B OC I, 06paboTaHHOI UHTUOUTO-
poMm [64]. YcTaHOBIIEHO, YTO B OTJIWYME OT THAPOK-
CWJIPHOTO paauKajla ¥ CYINEPOKCUIHOTO aHMOH
panukaia, (poToreHepalus KOTOPBIX IIPOMCXOIMIIA
HE3aBUCUMO OT MHTUOUTOPA, TeHepalusl CUHTJIETHO-
ro KHMCJIOpOoJa B NPHUCYTCTBUM WHTHUOMTOPOB OBIIa
BBILIIE, YeM Oe3 HMX, IpUYeM B ciiydae (peHOJbHBIX
WHTMOMTOPOB B JIBa pa3a 0oJibllle, YeM C MHTMOUTO-
POM Ha OCHOBE MOYEBUHBI [64]. DTO KOpPpEIUpPYeET C

JaHHBbIMUM O BJIMAHHWNU 3TUX I/IHTI/I6I/ITO])OB Ha p€aoKC

CBOWICTBAa CEMMXMHOHA Q) M COIIACYETCsI C TUIIOTE30iA
O TOM, YTO CHMHIJIETHBIA KHCIOPO 00pa3yeTcsl B peak-
LIMSIX PEKOMOMHALIMU 3apsiia, KOTOPbIE CTUMYJIUDPY-
IOTCS CBSI3bIBAHUEM WHTMOUTOpPAa U MOIYJIUPYIOTCS
ero npupomoii. B ciyyae, korma c @C 11 cBsizaHbI he-
HOJIbHbIE WHTUOUTOPHI, peKOMOMWHALIMS 3apsiia Ha
YPOBHE NEePBUYHON MOH-paayKaJbHOM napbl

[P;;;)Pheo"] TEPMOIUHAMUYECKA ONarONpPUSITCTBYET
00pa30BaHMIO TPUILIETA XJIOPOGILIA U, CIeI0BATEIb-
HO, CMHTJICTHOMY KHciopony. B ciiygae MHTMONTOPOB
Ha OCHOBE MOYEBMHBI 3TOT MyTh MEHEE OJIarornpusiteH
[64]. B pesynbTarte McciaemoBaHUSI PA3HOCTHBIX CITEK-
tpoB Dypre-criekrpockonuu (FTIR — Fourier-trans-
form infrared spectroscopy) mpu (poTOBOCCTaHOBJIC-
HUU IIPeABapUTEIHbHO OKMCIIEHHOTO HETEMOBOTIO K-
ne3a (pasuuna Fe2p/Fe3p) na membpanax ®C 11 B
MPUCYTCTBUM OPOMOKCUHMJIA WJIM MOKCUHWIIA MOy~
YeHbl JaHHBIE O CTPYKTYpE, B3aUMOICIICTBUM U pac-
MOJIOXKEHUU (PEHOJNIbHBIX MHTMOUTOPOB B Qp-caiite,
KOTOPBIE TOMOTJIU TIPOSICHUTD MOJIEKYJISIPHBII MeXa-
HU3M CABUIOB peNoKC MoTeHuuana Q, B MPUCYT-
CTBUM 3TUX areHTOB [65]. PacueTsl B3anMoaeiicTBIs
UHTUMOUTOPOB ¢ Qp-CaiiTOM, MPOU3BEIEHHbIE HA OCHO-
BE TOJIyYeHHBIX aHHBIX, TTOATBEPAWIN CBSI3bIBAHUE
JIETIPOTOHUPOBAaHHOIO OpoMokcuHmiIa ¢ D1-His215,
TOTIa Kak IMpOTOHUpPOBaHHAS (GopMa OpOMOKCHUHIIIA
U TUYPOH CBSI3bIBAJIUCH C MPOTUBOIIOJIOXHON CTOPO-
Hoii Qg-KapmaHa 6e3 B3aumoneiictBusi ¢ D1-His215. Ha
OCHOBaHMM 3TUX Pe3yIbTaTOB IIPEAIIOIaraeTcs, 4To
CWJIbHasi BOOOpoaHas CBsI3b (heHomsITHOU CO-TrpynIibl C
D1-His215 BBI3bIBaeT MI3MEHEHUE IIPOYHOCTH BOIOPO/I-
Hoil cBsi3u Q,-CO-rpynmbl yepe3 Moctuk Q,-His-Fe-
His-geHonsT, BEI3bIBasi COOTBETCTBYIOIINI CABUT pe-
nmokc noreHmanaQ, [65].

ADRY-ATEHTDI

Panee ObIIM OIMMCaHBI COCMMHEHUS, IECTAOUIIM-
supymonue S, u S; cocrosinust KBK (ANT-2p, ANT-2s,
TPB u FCCP) [52, 66, 67], KoTOpble ObLT 0003HAYEHDI
kak ADRY-arentsr (Acceleration of the Deactivation
Reactions of the water splitting system Y). ANT-2p cuu-
TaeTcs Hanoonee 3¢ dekTuBHBIM cpenyi ADRY-areHTOB
[52]. BHecenue Tobko ogHOoM MoneKynbl ANT-2p Ha
40 peakuyoHHbiXx HeHTpoB PC II oka3wiBaeTcs H0-
CTaTOYHBIM, UYTOOBI BhI3BaTh 3HAYUTEJIHLHOE YCKOpEe-
HUe cnaga Bcex 5-tu cocrostHuil. ADRY-areHTHI
JIEeCTBYIOT KaK O4YeHb ITOJABUKHBIE KaTaJau3aTOpbI
BHYTPU TWJIAKOMIHOM MeMOpaHBI, pearupys C BOIO-
OKMCIISTIONIe (PepMEHTHOM CHCTEMOM HE3aBUCUMO OT
€€ OKHUCJIUTEIbHO-BOCCTAHOBUTEIBHOTO COCTOSTHUSI
1 00pas3ys ¢ Hell mepexoaHblil KoMIuieKe. IIpenmno-
JlaraeTcsl, 4YTO MPOMUCXOIUT OBICTPHIN OOMEH MOJIe-
Kyl ADRY-areHTa Mexmy CBSI3bIBAIOIIMU yJacTKa-
M. MHOTO4MCICHHEIE BEIYHUCICHMS U 9KCIIEPUMEH-
Tl o u3MepeHuio TJI [68] cBUOETEIBCTBYIOT O
®UBNOJIOTUS PACTEHUN Ne 2
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BBICOKOM cpoacTBe ADRY-areHToB K BOIIOOKMCIISIIO-
mei pepMeHTHOI ccTeMe, C KOHCTAaHTOM JUCCOIIM -
anuu nopsiaka 0.01 MmxM. B xmoporuiactax ¢ Hero-

+ o
BpexneHHbIM KBK kommoHeHT, D, OKWUCIEHHBIH

xnopocuniom Pl,, peBoccTaHaBIUBaeTCsl 3MEKTPO-
Hamu ot KBK meHee, yem 3a 1 mc, Tak yTo ADRY-
areHThI IIPAKTUYECKN HE MOTYT IPEIOTBPAaTUTh 00pa-
30BaHUE S, U S; COCTOSTHUIA, HE ycTieBasi KOHKYPUPO-

BaTh C HUMU 3a BoccTaHoBneHue D . [osTomy cunm-
TaeTcs, 9To S, ¥ S; COCTOSTHMST aTaKyIOTCST HETIOCPE-
ctBeHHO ADRY-areaTamu. B o6padboTaHHBIX TpHCOM

xjoporuiactax D coxpaHseTcsl B OKMCIEHHOM CO-
CTOSSHUM, W B 3TOM CJlydae WHIYLUPOBAHHbII
ADRY-areHtaMu BoccTaHaBIuBaloluii 3¢@exkT Ha

JIOHOPHOIi CTOpOHE HampapieH yxXe Ha D), ckopee
BCETO, MOCPEICTBOM €IIe HE YCTAHOBJIEHHOTO 3HJIO-
TeHHOTO JOHOpa 3JIeKTPOHOB [69]. B HOpMambHBIX
XJIOpOTJIacTaxX, B KOTOPBIX CIal S, U S; COCTOSTHUIA,
UHAyUUpoBaHHbIM ADRY-areHTamu, NpPOUCXOAUT

yepe3 OOHOBRJEKTPOHHBIM Mepexo, Dl+ MOT'  OBI
y4JacTBOBaTh B mMHIOymupoBaHHOM ADRY-arentamm
BOCCTAHOBJIEHUU S, U S; COCTOSIHUIA, AEMCTBYSl KakK
MHTEpMeaUaT B IIepeHOce DBJIeKTpoHa [66, 67].
ADRY-areHTbl He BIUSIIOT Ha CBOMcTBa S; — S, mne-
pexona [69]. IlokazaHo, yto Bce ADRY-areHThl —
pas3o0I1IuTen, KoTophlie UMeloT kucayio NH unu OH
rpymay ¢ pK mexay 5.5 u 6.0 [70], KoBaJeHTHO CBSI-
3aHHbIE C apOMAaTUYECKON CHCTEMOIl BJIEKTPOHOB.
Ilocne 3aMelieHHMs1 MPOTOHA B BbIIIEHA3BAHHBIX
TrpyIIIax 3TH BElIeCTBa ITOJHOCTHIO TepsioT nx AD-
RY-aktuBHOCTE [66]. BbICOKME KOHLIEHTpALIUU
(>10 MmxM) CCCP, tunuuHoro pazobiiuresst ¢oc-
GOopUINpPOBaHUSI, UHTUOMPYIOT peakluo Xuuia B
M30JIMPOBAaHHBIX XJI0poracTax [71]. DTo mHrnoupo-
BaHME CTUMYJIMPYETCS CBETOM [72] M compoBOXIAET-
csl obecluBeYMBaHUEM KapoTUHOUIOB [73], KoTopoe
MOXET TIpeloTBpallaTbCsl BOCCTaHABIMBAIOIIMMU
areHTaMu U nuypoHoM [73]. CCCP B 3Tux ke KOH-
LIEHTPALIUSIX TTOHWXKAET BbIXO (DJIyOpeCIIEHIIMU XJ10-
podwmwmra ®C 11 [72]. UErnbupoBaHme, MHIYLIPO-
BaHHoe CCCP, otimuaeTcst OT MHTMOMPOBaHUS aMI-
HaMu TeM, YTO HM OJWH U3 U3BECTHBIX JOHOPOB
3JIEKTPOHA HE CMOCOOEH BOCCTAHOBUTH TPAHCIIOPT
anekTpoHoB B OC II, unrudbuposannoit CCCP [71,
74], nan noBeicuTh noaariaeHHyro CCCP ¢dnyopec-
LIeHIIMIO XJopoduia [72, 74]. JloGaBieHue TMypoHa
WIX IUTHOHUTA BCE Xe yBeJIMYMBaeT BbIXoHd (iyo-
pecleHIUu xJIopoduisa, HO 3TOT CTUMYJIUPYIOLIUIA
3¢ PeKT OBICTPO MCcYe3aeT, eClIW KOHILCHTpaIus
CCCP npespiiaer 0.1 MM. Ilpu 3TOM HEe TPOUCXOIUT
ocBoboxxaeHuss Mn [74], 1oaToMy OBLIO BbICKa3aHO
npeamnojioxxeHue, yto CCCP peiictByeT Herocpen-
CTBEHHO Ha TlepBUYHbIN 1oHOD 35ekTpoHa DC I [72]
WIA B HEIOCPEICTBEHHOI OMM30CTHM K HeMy [74].
TerpadernmoopoH obimamaer BceMU 3SPEPeKTaMu
CCCP, n ero narubupymoiiee IeiicTBUE CBSI3aHO CO
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CIIOCOOHOCTBIO BOCCTAHABIMBATh HEKMU OKMCIICH-
HEI1 1oHOp anekTpoHa B @C II [75]. Huzkue KoH-
reHTpauuu CCCP 3HauuTEIbHO YKOPAUMBAIOT BPEMS
xu3Hn nHTepMenraTtoB KBK. AMmHoTHOMEHEI 001a-
AT TomoOHBIM 3(pdekToM [76]. ADRY-coenrHeHmst
WHOYLIMPYIOT oopa3zoBaHue nukiia BHyTpyu DTL OCII,
B KOTOPOM HEKUI1 JOHOP 3/1EKTPOHA (OTVIMYHBIN OT Q)
BOCCTaHaBIMBaeT S, U S; cocrostHus [67]. B mipucyr-
ctBun CCCP Bbixon O, Ha BCIIBILIKY YMEHBILAETCS, €C-
JI TEMHOBOW MHTEPBAJI MEXITY BCIIBILUIKAMU YBEINYM-
Baetcs [77]. ADRY-areHTbl NOJTHOCTbIO MHTUOMPYIOT
3aMeJIJIEHHYIO JTIOMUHECLIEHIIUIO (TT0 KpalfHel Mepe, B
nuartazoHe >50 mc) [78]. OITP curnan Il cnamaer Ha
50—60% B TeueHue 12 4 B TeMHOTE in vivo 1 3a 1 4ac
in vitro. Criag 3TOro CUrHaja 3HaYMTeJIbHO YCKOPSIETCS
B nipucyrctBuu CCCP wnu NH,OH [79]. ANT-2p,
TPB u FCCP (nogpo6HO muUnoGuIbHBIM aHUOHAM)
CTUMYJIUpPYIOT (hOoTOOOpa3oBaHUE KaTMOHA KapoTu-
Howupa [53], BO3MOXHO, ITOHMXKAST BEJIMUMHY CpeTHE-
TOUYEUYHOTIO pefoKc noreHuuana, (Ey,) kaporTuHoua0B

Y 1103BOJIsAs, TAKUM 006pa3oM, Py, cTaTh a3 deKTB-
HbeIM okcugaHTtom. TPB, FCCP, CCCP u TMPD
OKUCJISTIOT IIUTOXPOM bssy (BBI3BIBAIOT TIPEBpAIlleHIE
LIUTOXPOMA bss9 U3 BBICOKOTIOTCHIMAIbHON B HU3KO-
MOTEHUMAIBbHYIO (OpMY TIOC]IE UX OKMCJIEHUST BTO-

PUYHBIM JOHOPOM 3iekTpoHa PC II—YZ+ WV KaTu-
oH-pagukaioM Kap™ [80, 81]. MHorue csoiicTBa
FCCP u gpyrux paszoOiuuTtesneid MbITalOTCS OObsIC-
HUTb UX CIIOCOOHOCTHIO OOpPa30BBLIBATH JUITOPUIIb-
HbIe aHWOHHI [53, 82]. B TO Xe BpeMsI ClTOCOOHOCTh
CTUMYJIMPOBATh (hOTOOOpa30BaHME KATUOHA KAPOTH-
Houaa He 3aBucut HU oT pH, Hu ot pK (mnss FCCP
pK = 5.9) uccinenoBanHbix ADRY-arentos [51].
CnocoOHOCTB BBICTYIIATh B KAY€CTBE OKMCIMUTEIbHO-
BOCCTAaHOBUTEJIBHOTO KaTajM3aTopa IIpU B3alMO-
neiictBum ¢ komnoHeHTamMu @C 11 GbL1a IIpoaHay-
3UpoBaHa Ha OCHOBE MAaHHBIX 00 2JIEKTPOXUMUYE-
ckux cBoiicTBax ANT-2p 1 HEKOTOPBIX €TI0 CTPYKTYP-
HbIXx aHajmoroB (ANT-2a u ANT-2f) [83]. Ilpu
MPOBEAECHUN HUKINYECKONW BOJbTAMIIEPOMETPUM B
BOIHBIX cpellaX Ha ITaTUHOBOM 3jieKTponae ANT-2p
u ero aHanora ANT-2a B KaxXIoM cirydae ObLT BBISIB-
JIEH OTYET/IMBO BbIpasKeHHbBII MUK OKMCJIEHUS B JUa-
na3oHe rmoreHuranos ot +0.9 go +1.0 B. OtcyrcTBHE
MM1Ka IIpH pa3BepTKE MOTEHIAJIa B BOCCTAHOBUTEIIb-
HYIO CTOPOHY I10Ka3ajlo, 4YTO 0Opa30BaBILIUIACS TIPO-
IYKT OKHUCIJICHUS 3TUX areHTOB HE CITIOCOOESH 00paTu-
MO BoccTaHaBiImBaTbcsi. OmHako B ciaydae ANT-2f
(aHanora, He oOmamatomero ADRY-akTUBHOCTEHIO
naxe 1pu cootHoweHun 50 mojiexys Ha @C 1) ume-
JINCh YETKO BBIPAXCHHBIC IMKM BOCCTAHOBJICHMUS
MPOAYKTa OKUCJIeHUs1 3Toro areHTa [83]. ITonyyeHHas
BeJIMurHa roreHumana okuciaeHust ANT-2p (1.0 B) mo-
kaspiBasia, uTo B @C II ANT-2p MOXET ObITh OKUCIEH
TOJIBKO TIEPBUYHBIM JIOHOPOM 3JICKTPOHA, XJIOPO(III-
JioM Pggy. Ha ocHOBe mostydeHHBIX JaHHBIX ObUI CIETIaH
BeIBOI O TOM, 9To ADRY-3(pdexr ANT-2p, oO6ycioB-
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JICHHBIA OOpaTUMOM OKHCJIUTEIbHO-BOCCTAHOBU-
TEJIbHOUW peaklueu, TMpeacTaBseTcsl MajJOBEpOsIT-
HbIM [83]. ITokazano, uto Hu ANT-2p, H1 o-(peHaH-
TPOJWH, HU JUYPOH HE CIIOCOOHBI MOMABISIThH
(GOTOXMMUYECKYI0 aKTUBHOCTb M30JMPOBAHHBIX
D1/D2/1ut. bssq peakumoHHbIX 1IeHTpoB PC 11 [84].
Hu onuH M3 3TUX yKazaHHBIX BbIILIE aleHTOB HE UH-
ruoupoBan (hOTOMHAYLIMPOBAHHBIN IIEPEHOC 2IEK-
TPOHA OT K30T€HHOTO IOHOPA 3JIEKTPpOHA NTUEeHUII-
Kapba3uia K 3K30r€eHHOMY akKIIeNTopy 3JeKTpoHa
CWIMKOMOJIUOIATY HE3aBUCUMO OT TOTO, JOOaBIISI-
JIMCh YKa3aHHbIE areHThl 10 WU mocje no0aBIeHUs
cunukoMoymonara [84]. IlokazaHo, 4TO B XJIOPOIIIa-
crax Ant-2p mo-pa3HOMY JElCTBYeT Ha pa3HbIe TOITy-
JISIUUU  BBICOKOIOTEHIIMAIBbHON (hOPMBI  ILIUTOXpOMA
bssq (cythbssoHP) [85]. B mpucyrctBuu Ant-2p, Hauu-
Hast ¢ 1 MKM M BblllIe, MPUMEPHO MOJOBUHA Cythssg
MOJBEPraeTcsl aBTOOKWCIEHUIO B TEMHOTe. OTa
dpaxuma cytbssoHP monsepraercst 6s1cTpoMy doTo-
BOCCTAHOBJIEHMIO C TIOCJIEAYIOIIMM TTOBTOPHBIM
okucjeHreM B TeMHoTe. DOTOBOCCTAHOBJIEHUE MO-
>KeT MHI'MOMpPOBaThes fMypoHoM, Ho He DBMIB, uto
MpearnosaraeT yyactvue B 3Toi peakuuu Q, wiv mysa
IUIACTOXMHOHOB. [Ipyras dpakuus cytbssgHP non-
BepraeTcs MeJIJeHHOMY HeoOpaTuMoMy (hOTOOKMUC-
JICHUIO B MPUCYTCTBUU O0Jiee HUBKUX KOHLIEHTpaLM i
Ant 2p [85]. TTony4eHBI 3KCIIEpUMEHTAILHBIC TaHHBIC
00 snekTpoxuMmiueckmx cBoiictBax ADRY-arenra,
(2-(3-xy10p-4-TpUPTOPMETII ) -aHMJINH-3,5-TUHUT-
poruodeHona — ANT-2p [86]. BrisicHeHO, 4YTO B
anpoTOHHBIX pacTBopuTensix ANT-2p HeobOpaTUMO
oKucIIsIcs Tipu roteHumane 1.35 B u HeobpaTtrmMo Boc-
craHasimBaiicsa nipyu ToreHouane —0.03 B. Meromom
LIMKJIMYECKOM BOJIBTAMIIEPOMETPUM OMpeaeaeHbI M0~
TEHIUAJIbl IPOAYKTOB OKMCJIEHUSI 1 BOCCTAHOBJIEHMS,
onu cocraBuan 0.45 u 0.27 B cootrBercTBeHHO [86].
BrickazaHo npeanoioxXeHre oT TOM, YTO HauboJiee Be-
POSTHBIM MexaHu3MoM B3ammMoneiictBust ANT-2p ¢
komnoHeHTaMu DC I1 MoxXeT OBITh IIEPBUYHOE BOC-
CTaHOBJIEHME BTOr0 areHTa Ha akleNTOPHOW 4YacTu
®DC 11, okucneHue ero odopa3oBaBIIeiics BOCCTAHOB-
JIEHHOM (DOPMBI JIFOOBIM OKHCJIEHHBIM KOMITOHEHTOM
noHopHoit cropoHbl @C 11 1 nocnenyrolas pereHepa-
LIMSI OKMCJIEHHOM (DOpMBI Ha aKIIENMTOPHOI CTOpOHE
3T10i hoTocHcTeMEI [86]. Bo3aMoxKeH OBII 1 APYTOii ITyTh
(OKMCIIUTENIbHBII), KOra IMEPBUYHBIM aKTOM OBLIO ObI
okuciaeHue Ha akientopHoii cropoHe DC II. OgHako
aBTOPbI MyOIMKAILIUU CUUTAIOT ET0 MEHEE BEPOSITHBIM C
SHepreTrueckoii Touku 3peHus [86]. IlokaszaHo, uTO
KapOooHWImMaHua M-xjopdeHwiruapazon (CCCP) B
XJIOPOTUIACTAX MHTMOMPOBAJ peaKIINio Xuia ¢ pep-
punnanuaom (Fe;Cy) B kauecTBe PK30T€HHOTO aK-
LIEMTOpa 3JEKTPOHA U CONPSIKEHHOE C 3TOU peak-
el GOoTOCMHTETUUECKOE BbIAEIEHUE KUCI0poAa
M30JIUPOBAaHHBIMU XJIoporiactaMu [87] u momasiisiin
¢doToCHHTETUYECKOE BBIAEIEHUE KUCJIOpoaa, CO-
MpsikeHHoe ¢ (hOTOBOCCTAHOBJIEHUEM CUJIUKOMO-
yubnata (SiMo) [87], HO auIIb HE3HAYUTEIBHO

yMeHbIIaJ (poToBOCcCcTaHOBICHME SiMo. AHaIOTMY-
HBIE pe3yJILTaTHI OBIJIN ITOTYYeHBI 1 11 Apyroro AD-
RY-arenra, ANT2p [87]. UarnbmnpoBaHne ykasaH-
HBIX (pOoTOpeaknii ObIJI0O MaKCUMaJIbHBIM TTPpY 3Ha-
yeHussx pH, coorBerctByromux pK CCCP (5.95).
CCCP He uHrHOMpoOBaJl MepeHOC JIEKTPOHA OT BOC-
cra”HoByiieHHOoro TMPD wnu nypoxuHoJsia K METUJIBU-
0JIOTeHy, T. €. ¢ yuyactueM Tojibko DC I [87]. CCCP
He BJIMSIT HA HAHOCEKYHIIHYIO (DJIyOpeCLICHIINIO XJIO-
podmia B xJiopoluiacTaX, MHKYOMPOBAaHHBIX IPU
HU3KOM MHTEHCUBHOCTU CBETa, HO IIPUBOIMI K €€
YMEHBIIIEHMIO IIpU BHICOKOII MHTEHCUBHOCTHU CBETA.
DddexTuBHOCTL MHTHOUpYIoLIero aeicreuss CCCP
Ha poroBoccraHoBiIeHne FeCy 3aBUCUT OT CKOpOCTH
IIOTOKA 3JIEKTPOHOB, KOTOPAasi KOHTPOJIUPYETCS MH-
TEHCUBHOCTBIO cBeTa [87]. MeTomoM HMKIMYEeCKOMn
posbTamriepomerpun CCCP B BomHOM Oydepe BBI-
SIBJIEH XOPOIIIO pa3pellaeMblii MUK OKUCJIEHUS C CO-
OTBETCTBYIOIIIUM  OKUCJIUTEIbHO-BOCCTAHOBUTEb-
HBbIM TToTeHLMaioM paBHbIM +1.17 B. ITocnenyroias
BOCCTaHOBUTEJIbHASI pa3BepTKa BOJbTaMIIEpOrpaM-
MbI MOKa3aja MUK BOCCTAHOBJIEHUSI C OKUCIUTEb-
HO-BOCCTAaHOBUTEIBbHBIM TMOTEHIMAJIIOM pPaBHBIM
+0.34 B [87]. Cnenano 3akmwouyeHue, yro CCCP
okucisieTcs Ha noHopHoM cropoHe DC 11 ¢ mocaeny-
IOIIIMM BOCCTAHOBJIEHMEM Ha aKIENTOPHOII CTOPOHE
2JIEKTPOHAMM OT MEMOPAHHOTO ITyJja IUTACTOXMHOHA,
KOHKYpUpYy$ 3a 3J1eKTpoHbl ¢ Fe;Cy u KoMriekcom
murToxpoma b/f m oOpasysl, TaKuM oOpa3oM, LUK~
YeCKYIO LIellb IIepeHoca 3JieKTpoHOB BoKpyr @C I1.
IIpenmosaraercs, 4To UCCIEIOBAHHBIE aT€HTHI CIIYXKAT
JIOHOpaMU TIPOTOHOB, a HE MPOCTO IOHOPAMU 3JIEKTPO-
HOB Ha okucistioweit cropode @C 11 [87]. TTomydeHbI
nmaauble o BimgHru CCCP nva @OC 11 B Tiitakonmax Me-
TOIOM PETUCTPALIMU MOJM(a3HbIX KUHETUK UHIYKIIN
onicTpoii iryopecueHmu xiaopodwuia DCII (OJIP-
TecT) [88]. [Toka3zaHO, YTO B OTCYTCTBUE APYTUX 100a-
BoK CCCP B MaJibIX KOHLIEHTpALIMSIX YBEJIUUUBAJI Be-
JmunHy Beixona F xiopodunna Ha J-3rane, Beixon F
Ha P-srame ocraBancs HemsmeHHBIM. [Ipu 1ocre-
neHHoM IoBbiIeHNM KoHneHTpauuu CCCP BbeIxon
¢iryopeciieHInM Ha J-1mare IpoI0nKajl IIOCTeTIEHHO
YBeJIMYMBATHCS, a Beixoa F Ha P-1mare HaumHan 1mo-
CTENEeHHO yMeHbIIaTtbcsi. Kpome Toro, yxe Ipu
stnx KoHleHTpauussx CCCP mogobHo nnypoHy Ha-
YUHAaJ MPOSIBISATHCSI 3P PEKT MOCTENIEHHOTO YBEJIU -
yeHuu ypoBHs F Ha mare O (F;), HauOoJiee BbIpa-
KEHHBIM 3TO YBEJMYEHHE CTaHOBWJIOCH IIpU OoJjiee
BbIcOKMX KoHIeHTpauusx CCCP (60 MkM u oco-
oeHHo 290 MxM) [88]. B BbICOKOI KOHILIEHTpaLuU
CCCP BbI3BIBaJ IPKO BbIpaxXeHHOE cHUXkeHue F Ha
mare P. Bo3moxusbie neranmu npeiictsusd CCCP Ha
®DC 11 B TMIIaKOMIaX Ha MoJIM(a3HYI0 KUHETUKY UH-
OyKIOUU OBICTpOil (payopecneHIUU XIopoduuia
®DC II Ha srame ot J K P 6bIM MiccnenOBaHbBI B IIPU-
cyrctBuU okucineHHoi ¢popmbl TMPD (TMPD-ox —
areHT, yBEJIWYMBAIOIIWIT MeMOpPaHHBIM IyJI OKMC-
JIEHHOTO IUIACTOXMHOHA 3a CUYET OKMCJIEHUS IJ1acTO-
XMHOJIa) B YCJIOBUSIX, MHULMUPYIOUINX (DOTOMHIY-
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POBAaHHOE IIPOSIBJICHHE OT4YeTIMBOro I-mmka B
OJIP-xunetuke [88]. [TokazaHO, YTO B MPUCYTCTBUM
TMPD, CCCP npu noctenneHHOM TTOBBILIEHUN KOH-
LEHTpallMK, HAYMHAS C MaJIbIX KOHIICHTPAlI1ii, TaK-
XKe TOCTeNeHHO yBeJquuuBaa Bbixon F xmopodwnnia
Ha J-atane u ypoBeHb O (F;) U IpUBOIUI K ITOCTE-
IIEHHOMY CHIDKeHMIO Bhixona F Ha P-aTane. 3aBucu-
moe oT KoHueHTpau CCCP Bo3pacranue Beixona F
Ha J-3Tare mpoMCXOAUJIO A0 HOCTUKECHUS MaKCH-
MmyMa paBHoro F Ha I-3Tane, Torma kak BeanunHa F
Ha 3tane P mponomkama ymeHbinathes [88]. Ycko-
peHHoe Bo3pacTtaHue F Ha J-sTame, BbI3BaHHOE
CCCP, BeposiTHO, MOXHO OOBSICHUTH ITOJABJICHUEM
HedoToxumuueckoro tymenus F Xiu (S, + S;3)-co-
CTOSIHUSIMU KHCJIOPO/I-BBIIEIISIIONIET0 KOMILIEKCa U
OKHUCJIEHHOTO Pggy, TEPBUYHOTO JOHOpPA 3JEKTPOHA
DdCII [88].

MPOM3BOAHLIE MMOUITAHB

HenaBHo Oblla pa3paboTaHa M CHUHTE3MpOBaHAa
rpynma HOBBIX XUMMWYECKUX areHTOB, IIPOMU3BOIHBIX
IMPOUIIIHDB, kak oxXuaaaoch, BO3MOXHBIX [OTEH-
HUAJIBHBIX MHTUOUTOPOB (POTOCMHTETUYECKOM aK-
TUBHOCTU. BBII NpoBeneH IEpBUYHBIA CKPUHUHT,
OTOOpaHHbI areHThI, ACHCTBOBABIINE C Pa3HOM CTeTe-
HbIO 3(pPEKTUBHOCTM Ha (POTOCHMHTETUYECKYIO aK-
TUBHOCTb TUJIAKOUJIOB, U ITOJPOOHO MCCIEA0BAaHO UX
JIeiicTBre Ha (PYHKIMOHAIBHYIO aKTUBHOCTH (DOTO-
CUHTETUUYeCKOro armapara [6, 9—16]. Hanee Gymer
HWCMOJb30BaHO Takke obo3HayeHue K15 — omHoro 13
caMbIX 3(P¢GEeKTUBHBIX cOoequHEeHUI (4-[MEeTOKCHU-
6uc(TpUMTOPMETIIT)METIII |-2,6 AUHUTPODEHUITUIPA-
30H METWJI K€TOHA), Ybe NEeHCTBUE Ha MCCIeIOBaH-
HBIE peakIUM XapaKTepHO IPaKTUYECKU I BCeid
TPYMIIbI MCCAEAOBAaHHBIX areHToB. BplIO Moka3aHo,
yto npou3BogHbie [IOUITIHDB monaBisiiv uHAYLM-
pOBaHHOE CBETOM BblaeneHue O, 1 BOCCTAaHOBJIEHUE
HAO®D* xnoporutactaMu, Hapyiast TPaHCITOPT 3JIeK-
TpoHOB OT Boabl K HAJIMD*, Ho He Bausiau Ha PoTo-
BoccraHoBlienne HAIID™ B ycioBusx, Korma B 3Ty
peakuuio O6b1a BoBjeueHa Tojbko DC 1. DT maH-
Hble, TOT ¢akT, yTo npousBogHsie [IGUITIAHB mo-
JIaBJISUIN TakxKe MHAynupoBaHHbIe cBeToM AF OC 11
Y XJIOPOILIACTOB U Y CyOXJIOPOILIACTHBIX IIpEenapaToB
®DC 11, a TakKe COBITafeHNUE 3aBUCMMOCTEN 3TUX 3¢~
¢dexToB oT KoHLIeHTpauuu K15 yka3biBajao Ha TO, UTO
MECTO JIeMCTBUS JaHHBIX COCIMHEHNN HAaXOIUTCS Ha
ypoBHe DC II.

Brl10 MoKa3aHo, 4TO yKe B KOHLeHTpauuu 10—
15 HM K15 BbI3bIBajl CHUXKEHUE YPOBHS Fy; 3a cuer
yMeHbIlIeHUs BeJnynuHbl AF Ha 15%. B kKoH1leHTpa-
uu 80—360 HM K15 emre 6obliie cHUKaI (DOTOMH-
nyuupoBaHHble AF Brutoth no 90%. Bemmunna I,
KOHILEHTpalLMs MHruouropa, Bbi3biBaroiiasg 50%-e
nonasneHue AF, nist K15 paBnastnace 70 HM [9]. UH-
rubupymollee AeiicTBue Ha AF MOTHOCTBIO COXpaHSsI-
JIOCh NP IUIUTEIbHOM (>5 MMH) OCBEIIEHUU aKTU-
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HUYHBIM CBETOM JaxKe IIPU HCIIOJIb30BaHUU OYEHBb
MaJIbIX KOHIEHTpaluii MHruouropa. DToT (akr, a
TaKKe OTCYTCTBME YCKOPEHHUSI TEeMHOBOM peliakca-
uun AF, CBA3aHHOI ¢ (oToBOCCTaHOBIEHHEM Q.
CBUIETEJILCTBOBAJIM O TOM, UTO IoaaBieHue AF u mo-
HIDKeHMe o01iero ypoBHs F, BeposiTHO, He SIBJISIOCH
CJIEICTBHEM aKIENTHUPOBAHMS DJIEKTPOHOB areHTOM

K15 ot Q, [9]. C npyroii croponsl, AF ®C 11, nonas-
JieHHbIe areHToM K15, He peakTMBUPOBAIMCh MOCIe-
IYIOIINM N00aBICHUU 3K30TCHHBIX HJOHOPOB 3JIEK-
tpoHa DPC II He3aBUCUMO OT IOCJIEIOBATEIbHOCTH
BHeCeHUS peareHToB [9]. I3BeCTHO, YTO TOHUKEHWE
Fyy3a cuer noaasyieHus: AF Habona10Ch B pe3yJibTa-
T€ IIOJIHOTO yIaJeHUsI SHOAOreHHOro Mn mpu MHaK-
TuBaluu JoHopHoro ydyactka @C II. OmHako npu
aToM, B oTamuyue ot K15, nobaBiaeHne 3K30T€HHBIX
noHopoB anektpoHa PC II BoccranaBnuBaio AF
MPaKTUYECKU A0 UCXOAHOIO 3HAYEHUsI, KaK 3TO He-
OIHOKpaTHO OTMevasoch 1 paHee [3]. Bbuio npearmno-
JIOKEHO, YTO TTomaBaeHe (POTOMHIYIIMPOBAHHBIX AF
®DC Il arenToMm K15, BeposiTHO, He CBSI3aHO C OJIOKU-
poBaHMEM IepeHOoca 3JIEKTPOHOB Ha JOHOPHOI CTO-
pone ®C II [9].

B otnnune ot nuypoHa, K15 He Gi10KMpoBai mne-
peHOC 3JIEKTpOHA Ha akiienTopHoii ctopoHe DC 11,
T. K. HE IPUBOJWJI HU K YBEJIMUEHUIO YPOBHSA Fy HU K
3ameajieHuo TeMHoBoro crnaga AF [9]. Kpome Toro,
K15 (B oTinume oT AuypoHa) He MPUBOIMI K TIPEPhI-
Banuio B3anMoaeiicteust MC 11 u OC 1 yepes uenb
IepeHoca 3JeKTPOHOB, U3MEPSIEMOIO 110 YMEHbIIIEe-
Huto F ®C 11 BcneactBue okucieHust Q, mMpu 10MoJi-
HUTeIbHOM Bo30yxnennn ®C I B xiaopomiacTax.

HNuruoupyroime addextol K15 Ha AF®C 11 noa-
HOCTBIO YCTPaHSIJINCh B TPUCYTCTBMM IUTHMOHUTA
(>0.8 mr/mi). duyopecueHUUs] NOAHUMATACH JO
MaKCHMaJIbHOTO YpoBHs. BKimoyeHre aKTHHUIHOTO
cBeTa IPUBOAWIIO K TOMY, 4To F yMeHbI1aach, mpu-
BOJSI K OTPUIATEILHBIM 3HaYeHUsIM AF, oTpakaio-
muM BoccTtaHoBleHne Pheo. IMojockl moriomernus
K15 ipu 200—500 HM ¢ MakcuMyMoM nipu 420 HM uc-
ye3ajan, CBUACTEIILCTBYSI O TEMHOBOM BOCCTaHOBJIE-
"ue K15 putnonurowm [9].

Panee [4] ObUTO MOKa3aHO, YTO MHAYLIUPOBAHHOE
cBeToM BoccTaHoBlieHHe Pheo mo Pheo™ B ®C 11 Bo3-
MOXHO B aHa’pOOHBIX ycaoBUsIX. B aToMm ciydae F
TakKe JOoCTUTaja YpoBHA Fy, BCiemcTBrue (hoTOBOC-

craHoBieHuss Q, 10 Q, ci1abbIM HM3MEPUTEIBHBIM
CBETOM, a IIPU OCBEIEHUN aKTUHUYHBIM CBETOM Ha-
Omonanoch ymeHbleHue diyopecueHuyu (—AF) u u3-
MEHEHUS noryoleHus (AA), CBSI3aHHBIE C 00PaTUMbIM
BocctaHoBieHneM Pheo. Buecenue 30—40 sM K15
MpUBOIMIIO K pe3komy (Oonee, yeM B 15—20 pa3s)
YCKOPEHUIO TEMHOBOI pejaKcalliid COOTBETCTBYIO-
mux AA n —AF, yka3beiBasi Ha BO3pacTaHUE CKOPOCTU
TeMHOBOro okucjeHus1 Pheo™ [9].

B 6onpmmx koHIeHTpauusx areHT K15 BeI3bIBaj
3HAYUTEIIFHOE YMEHBIIIEHNE (POTOMHIYIIMPOBAaHHBIX
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—AF u AA, a Takxe yMeHblleHUue ypoBHs Fy. Ilpu
9TOM OCBEIIEHUE aKTUHUYHBIM CBETOM HE BBI3BIBAJIO
yBenuueHust F, cBsizaHHOTO ¢ (h)OTOBOCCTAHOBJIEHU-
eM Q,. OgHako npu Ucroab3oBaHusl BMecTo K15 n3-
BECTHBIX akllenTopoB ajekTpoHa DC 1I, BeI3bIBaIO-
LIMX TEMHOBOE OKUCIIeHUE Q,, TOJOOHOE YMEHbIIE-
Hue F B aHa®pOOHBIX YCIOBUSX COIPOBOXIAIOCH
MosIBJIeHEM (POTOMHAYUPOBAaHHOTIO yBeanmdeHus F.
HuypoH B koHLieHTpauuu 10 50—100 MxM He usme-
HsUI HA KUHETUKY, HU BeanduHy AA u —AF, cBsI3aH-
HBIX ¢ (poTOBOCCTaHOBJIeHNEeM Pheo, HM BeIMUMHY
F\; B aHa3poOHBIX ycioBusx [9].

B nonoysHUTEIbHBIX KCIIEPMMEHTAX ObLIO ITOKa3a-
Ho, yTo K15 B KoHLIeHTpaumu 10 100 MKM He yMeHbI1a-
eT F ximopodwiia cBeTocoOMparoImX IMMIMeHT-0eJIKO-
BBIX KOMITJIEKCOB, a TaKXKe pacTBopa xyopodwnia B 1%
tputoHe X-100. Pe3koe ycKopeHre TeMHOBOI peJlakca-
IIMU CITEKTpaNbHBIX 3(PdEKTOB, OTpaxKaIOIINX CBETO-
WHIYLIMPOBAaHHOE BoccTaHOBIeHEM Pheo B pesyib-

tate peakuuu [Py PheolQ, — [PgoPheo™]1Q,, u,
Kak CJIeJICTBME 3TOTO, YMEHbIIIEHUE BEIMYMHbBI 3TUX
3¢ PEKTOB CBUIETEILCTBOBAIM B IT0JIb3Y TOrO, YTO B
npucytcTBur K15 3HaUMTEIbHO COKpAIIaeTCsI BpeMs
HaxoxneHus1 Pheo B BOCCTAaHOBJIEHHOM COCTOSIHUM
BBUJIY €r0 OBICTPOTO peoKuciaeHus. Torna yMeHblle-
HY€ BEJIWYMHBI TOJOXUTEJIbHBIX AF B a3poOHbBIX
YCJIOBUSIX UM MOHVXXEHUE YPOBHS Fy; B aHA’pOOHBIX
YCJIOBUSIX MOIJIO ObITh MHTEPIPETUPOBAHO KaK pe-

3yJbTaT YCKOPEHU pacrana Iapbl [P6+80Pheo‘], UH-
IyuupoBaHHOro coenuHeHussMu K15 Bcieactsue
okucaeHust Pheo™ [9].

MoxHO ObLIO OBl MPEANOJOXNUTh, YTO AeHCTBUE
K15 Ha oKrMCIUTEIbHO-BOCCTAHOBUTEIBHOE COCTOSI-
Hue Pheo ObLIO 0OYCIOBIEHO HE MPSIMBIM €ro yya-
CTHEM B aKlIeNTHPOBAaHUM 3JIeKTpoHa oT Pheo™, a,
HamnpuMep, BCIEACTBUE YBEJIMYCHMS JOCTYNAa KMCIIO-
poma x Pheo~. OgHako coxpaHeHWE XapaKTepHOM
a(pdpexTuBHOCTH MHTMOMpYIomIero aeiicteust K15 u B
aHa’pPOOHBIX YCIOBUSX CBUIETEIBCTBOBAIO IIPOTUB
3TOro MpearogaoxeHus [9].

B T0 xe BpeMsi uHruoupymoliiee 1eiCTBUE Coenr-
Henuit K15 Helrb3g ObIIT0 OOBSICHUTH TOJIBKO aKIIeI-
TUpOBaHUEM 3JIeKTpoHOB oT Pheo~. Benb B Takom
clyJae JoJDKeH ObLT OBl HaOmogaTbest 3P@EeKT NCTO-
IeHUs1 MHruoupytoiero aeiictBust K15 mpu mium-
TEJILHOM OCBCIIICHUM BCJICACTBUE HAKOIUICHUS WH-
TMOMTOPOB B BOCCTAHOBJICHHOM COCTOSIHMHM, YETO B
JIEACTBUTEIbHOCTHY HE IMpoUcXoauiio [9].

Panee Ob110 TTOKa3aHO, YTO CKOPOCTh (POTOMHIY-
LUpOBaHHBLIX AF, oTpaxkaminux obGpatumMoe ¢GHOTO-
BoccTaHOBJIeHUE Pheo, B BOCCTAaHOBUTEIBHBIX YCIIO-
BUSIX (B MPUCYTCTBUU IWUTUOHUTA) Ha IperapaTax
®C II, numeHnHbIx Mn, Bo3pactaeT B 1.5—2 paza
npu J00aBIIEHUU 3K30T€HHOTO AJOHOpPA 3JIEKTPOHA,
Mn?* [3]. TonoOHbLi 3 dPEKT HAOTIONAIC TAKKE B
npucyrctBumn K15 [9]. CkopocTh TEMHOBOTO OKHUCTIE-

HUs Pheo™ nmpu 3ToM He U3MeHsI1ach. Y CKOpEHUE pe-
akuuu ¢oroBoccTaHoBiIeHUs Pheo 1mpu mobaBie-
Huu K15 B mpuCcyTCTBUM TUTHMOHMWTA yKa3bIBaJo Ha
CITOCOOHOCTH BOCCTAHOBJICHHOM TUTUOHUTOM (DOp-
Mbl K15 moHMpoBaTh 3J1E€KTPOHBI Ha KOMIIOHEHTHI
PILL ®C I1.

Joo6asnenue K15 npuBoanio K yMeHbIICHHUIO Be-
JIMIUHBI (DOTOMHAYLIMPOBAHHBIX AA TIpu 678 HM,
CBSI3aHHBIX C (POTOOKHUCIEHUEM IIEPBUYHOTO JOHOPA
aJieKTpoHa Pggy, B mpemnapatax AT20, aumieHHbIX
Mn, B IpUCYTCTBUM (peppuLlMaHUIA KATUSI Y MOJIMO-
nmata kpemHus. [logoOHOe yMeHbIIeHHE BEIMIMHBI
AA ipu 678 HM HaOJII0JAJIOCh TAKKE U paHeE IIPU 10-
6aBJIEHUM K TAKUM IpenapataM Mn?* (0.1—3 mxM),
MPUBOISIIUM K peaKTMBALMU TOHUPOBAHUST 3JICK-
tpoHa Ha PII ®C II [9]. Arent K15 momasisut Takke
AA tipu 820 HM, cBsI3aHHBIE ¢ (hoTOOKUCTeHUEM Pgg
Mpu U3MEPEHUM 3TOK (hOTOpeaKLUU C MUKpPOCe-
KYHIHBIM BpeMEHHBIM pa3pelliecHueM KaK B IIPUCYT-
CTBMHU, TaK M B OTCYTCTBHE (heppULIMaHNAA KaJIUs U
Mmoaubgata KpemHusi. Kpome TOro, mpousBOIHBIC
IMOUTIIHDB nmopasisiinm Takke GOTOMHIYLIMPOBAH-
ae1iA DITP-curnan 11, cBsI3aHHEII ¢ DOTOOKNCIIEHN -
€M BTOPUYHOTO JOHOpA 3JEKTpoHa Z.

bruto nmokaszano, uro npousBogHbie ITOUTIIHB
(K15) nuHrubupoBaay nepeHoc 3JeKTPOHa B U30IUPO-
BaHHBIX KoMmIUIekcax D1/D2, nut.bssq PLL @C 11, u3-
MEpPEHHBIM MO0 (hOTOXUMMUYECKOMY BOCCTAHOBJIEHUIO
MoJIMbaaTa KpeMHUS B IIPUCYTCTBUHU TUdpeHMIKapoa-
3una u dorookuciaeHuto xjiopodumia Pgg, ¢ apdek-
TUBHOCTBIO, CPAaBHMMOI C TaKOBOM IJISI CyOXJIOpO-
IUIACTHHIX ITpernaparoB, oborameHHbx OC 11 [12].

IMpoussogusie TMOUIIIHB BbI3bIBaIM pe3koe
nageHre KBAaHTOBOTO BBHIXOIAa M YMEHBIICHUE M-
TEJIBHOCTU MEIJICHHON (HAaHOCEKYHIHOI) KOMIIO-
HEHTBI KWUHEeTUKM 3atyxaHus F. [lnurtenbHOCTh 1 aM-
mwatyga osictpoit (300 nc) kommoHeHTH F mpakTu-
YeCcKM He U3MEHslach. B MpuCyTCTBUM TUTUOHMUTA
IMOUTTAHDB He Bmusim Ha OC 11, mpu 3TOM 1M~
TEJIbHOCTDb ¥ OTHOCUTEIbHBIN BKJIaJ KBAHTOBOTO BhI-
XoJa MeIJICHHOW KOMITOHEeHThI F mpuHMMaiu cBou
HWCXOMHbIC 3HAYCHUSI, a KWHETUKA 3aTyXaHUs ITOJIHO-
CTbIO, COBHAajgala C KOHTPOJbHONI [6]. DT maHHBIE
yKa3bIBaJIM Ha YBEJIMYEHUE CKOPOCTHU pacraja Iep-

BUYHOM MOH-paauKaJIbHOM Maphl [P6+80 Pheo™] 3a cuer
B3aumoneiicteust [IOUITTIHPB ¢ kommonenramu P11
DdCII [6].

CoBnageHre KOHICHTPAIIMOHHBIX 3aBUCUMOCTE1
nHruoupyiomero neiicteust [IOUITIHB nas Bcex
pPAacCMOTPEHHBIX BbIlIe (OTOpeaklnii, a UMEHHO:
1) doronHayLuupoBaHHBIX AF, CBSI3aHHBIX ¢ (OTO-
WHAYUUPOBAHHBIM BOCCTaHOBJIeHUEM Q,, 2) Beju-
YUHbI Fy; B aHA9POOHBIX U B adPOOHBIX YCIOBUSIX,
3) dporouHayuMpoBaHHBIX —AF 1 AA 1ipu 685 HM, CBSI-
3aHHBIX ¢ (DOTOMHIYLIMPOBAHHBIM BOCCTAHOBJICHU-
eM Pheo, a Takxe 4) poTonHAYLIMPOBaHHEBIX AA TIpu
678 HM, CBSI3aHHBIX C (POTOOKMCIEHUEM XJTOpOULIA
®U3UOJIOTUS PACTEHUN Ne 2
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Pgg0, CBUIETENBCTBOBAIO OO0 €AMHOM IPUPOLIE UX MHIH-
oupoBanust [9]. INpenmonaranock, uro MMOUITIHB,
MMpUHUMas 3JIEKTpOH oT Pheo™ u mepemaBasi ero Ha

Y, (unu HemocpencTBeHHO Ha Pgy), 3aMbIKanu Tie-
peHoc snektpoHa B @C II. He uckiaioyanoch, 4To
npousBoaHbie [IOUITIHDB, nonagas 8 PLI ®C 11,
BBITIOJTHSUTH POJTb, TOMOOHYIO Q4 , VIJTH TaskKe 3aMela-
mm Q,. BBITo TOKa3aHo, YTO OKUCIMTEILHO-BOCCTA-
HoButeabHBIN noTeHan [IOUITIHDB nexur B 00-
nmactu —400 mB. BcenencrBue »Toro, mpuHMMAast
s5ekTpoH oT Pheo™, npousBonusie [IOUITIHB, (B
otinune or Q,, MMEIOIIEeTo TMOTEHIIMAal OKOJIO
—0.130 mB), He cmOCOOHBI 3aAepPKMBATh €ro Ha IO-
CTaTOYHO JJINTEJIbHOE BpeMsI, 1 OH BHOBb BO3Bpallla-

ercst Ha Pig, win Ha Y, , 4TO M NPUBOIMIIO K HApyLIe-
HUIO Oa3ajbHOro nepeHoca ayekrpora B ®C 11 [9].

brio nokazaHo, 4yTo BeanuMHa I, 115 nmonasie-
Hus peakuuii @C 11 B ciiyyae Haubosiee aKTUBHBIX
IMOUITAHB cocraBnsier ot 50 HM gm0 0.1 MKM, 4yTO
COOTBETCTBYET MPUMEPHO OJHOI MOJIEKYJIe MHTUOU-
topa Ha PLI ®@C II. ¥ MeHee aKTUBHBIX COeAUHEHMIA
OHa nocturana 3HadeHusd 1 MM, T. e. 6osee 1000 mo-
sekyn Ha P1I @C II [10]. B pe3ysbrare uccieqoBaHUi
3aBUCUMOCTU MHTUOUpYIolIei 3(pPeKTUBHOCTH B PsITY
[NOUITIHB or HEKOTOphIX (PU3MKO-XUMUIECKIX
CBOMCTB MOJIEKYJIbI UHTMOWUTOpPa ObLIO MOKAa3aHO, YTO
oonee BbIcoKas (B ~100 pa3) mHIruOUpyroiass aKTuB-
HOCTb B psiny ucciienoBanHbeix [IOUITAHDB y coenu-
HEHU, uMeIuX 1Be HUTporpymnbl (NO,) B CTpyK-
Type MOJIEKYJIbl TI0 CPABHEHMIO C COEAUHEHUSIMU C
omHoit HUTporpyrmoii [ 10]. BToT hakT CBUOCTEILCTBYET
B T0OJIb3Yy TOTO, YTO B OKHCIUTEIbHO-BOCCTAHOBUTE -
HbIE TIpeBpalllcHUsI, OTBETCTBEHHbBIE 3a MTPOLIECC MOAaB-
JieHus1 anekTpoHHoro TpaHcropta B MC 11, BoBneveHsl,
BEPOSITHO, HUTPOTPYIIIbl OeH30J1a. bbuia BbIsIB/IEHA TTO-
JIOXUTEJIbHAsl 3aBUCUMOCTb MEXIY TMOBBIIIEHUEM WH-
ruoupymouei 3(heKTUBHOCTU U YBEIMYCHUEM CTeTe-
HU TUIPOMPOOHOCTH  MOJIEKYJIBI  MCCJIEAOBAHHBIX
IMOUIIAHB, a, cnenoBaTeIbHO, CTENIEHU TOCTYITHO-
CTU MOJIEKYJIbl MHTUOUTOpA K y4acTKy €€ CBsI3bIBa-
HUsI, HaxXOAsIIeMycsl, cynsl 1o (PYHKIMOHAJIbHBIM
NaHHBIM, Ha YpOBHE IPOMEXYTOUHOIO akIlIeNTopa
snektpoHa MC Il dpeodputrHa, pacmnoaokKeHHOTO B
ruapodobHoit oomactn PLI [10]. Hoia MccnenoBaHHBIX
npousBoaHbIX [TOUITIAHB Obu1 NTpoBeneH MOKUCK KO-
JIMYECTBEHHBIX COOTHOIIEHUI CTPYKTypa-CBOMCTBO —
QSAR-ananu3 (Quantitative Structure-Activity Rela-
tionship). beun mosrydeHBI maHHBIE KOJWMYECTBEH-
HOI1 3aBUCUMOCTH 3P(PEKTUBHOCTA MHTMOMPOBaAHUS
OT CTPYKTYpPbl MHTUOUTOPA, KOTOPhIE MOKa3aau, YTO
3 HEKTUBHOCTh UHTUOUPYIOIIETO AEUCTBUSI COEAr-
Henmit Tumra K15, B ocHOBHOM, 3aBUCUT OT HAJTWMYMS
BTOPOIi HUTPOTPYMIIbI B COCTaBE MOJIEKYJIbI U CTeTe-
HU JTUNOMMJIBHOCTU OOKOBBIX 3aMecTutencit [89].
3aBUCUMOCTh MHTMOUPYIOIIEH aKTUBHOCTU OT CTe-
MeHU TUAPOMOOHOCTU IS U3BECTHBIX TEPOULIUIOB
(B TOM umciie 1 (heHOJIBbHOro Kjacca) oTMedaaach 1
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panee [8]. C npyroit CTOpOHEBI, 3aMECTUTEIN OOKOBOIT
LIENTM MHTMOUTOpa, BEPOSITHO, BIMSIOT Ha CTEIIEHb
MPOCTPAHCTBEHHOTO COOTBETCTBUSI MEXIY CTPYKTY-
pOi1 MOJIEKYJIbI MHTUOMTOPA U KOH(UTYpalneit cBsi-
3pIBaroneit Hummm [10].

B BonmHBIX pacTBOpax B IIPUCYTCTBUU JAeTepreHTa
npu pH 8.0 Ooiplmast dYacTh MCCIEOOBAaHHBIX
IMPOUTIIHDB npuHuMaeT nepBblil 3J1€KTPOH IIPU I10-
teHuanax ot —0.28 1o —0.41 B (HopMaJIbHBII BOOO-
poIHBIA 371eKTpon). BoccraHoBIEeHNIE HE 0OpaTUMO,
3aBUCHMMOCTh MOTEHIIMAajIa BOCCTaHOBJIeHMUsI oT pH
cocraisier 60 MB/pH, 4To cBUIETEIBLCTBYET O MPO-
TOHHUPOBAaHMUM BOCCTAHOBJEHHBIX (popMm [11]. Hau-
OOJIBIINIT MHTEPEC MPEACTABIISIET MOBEACHUE WHIM-
OUTOPOB B HEBOJIHBIX PACTBOPAX, B allpOTOHHOI Ccpe-
JIe, TTOCKOJIBKY BCJIEICTBHE CBOEi JIMIMOQMUIBHOCTU
OHM CITOCOOHBI BCTpamBaThcsl B TmApoPOOHBIC 00JIa-
CcTU poTocuHTeTHYecKUX MeMOpaH. [Toka3zaHo, 4To B
0e3BOOHOM AUMeETMII(POpMaMuie OOJIBITMHCTBO MC-
cienoBaHHbIX [IOUITAHDB cnocobHO K OIHO3IEK-
TPOHHOMY OOpPaTHUMOMY BOCCTAHOBJICHUIO TIPU I1O-
teHuuaiax ot —0.3 mo —0.53 B [11]. Dtu pe3ynbrarhl
IMO3BOJISTIOT 00OCHOBATh IIPEMIOXKEHHBIN BHIIIE Me-
XaHu3M uHruoupytomero neiicrsusi [NOUITAHB,
3aKJIIOYAIOIINIICS B MX OKUCIUTEIbHO-BOCCTAHOBHU -

TeJIbHOM B3aMMOJICUCTBUM C Iapoid [P;SOPheo‘].
3HayeHUsI pPeIOKC-TTOTeHIIMAI0B MHTUOUTOPOB MO~
TBEPXKIAIOT X CIOCOOHOCTH K ITepeXBaTy 3JIEKTPOHA
B peakiinoHHbIX LeHTpax ®C II Ha ypoBHe Pheo™, a
00paTUMOCTb BOCCTAHOBJICHUSI yKa3bIBa€T HA BO3-
MOXHOCTb OBICTPOTO BO3BpaTa dJICKTPOHA OT BOCCTa-
HOBJICHHOTO MHTMOUTOpa Ha MOAXOASIIWI aKleI-

TOp, KOTOPLIM MOTYT ObITh Py, uan Y, . ITokasaHa
3aBUCUMOCTb MHTMOUPYIOLIETO NEACTBUS OT PENOKC-
TOTeHIIMala UCC/IeIOBaHHbBIX coenuHeHui [11].

B nosnb3y DOCTOBEPHOCTU IIpeAriojiaraéMoro Me-
xaHuaMa neiictust npousBogHbix [IOUITIHB cBu-
JIETEJIbCTBYET TaK:Ke MaHHBIE MOJy4YeHHbIE B paboTe
AnnaxsepaueBa ¢ coanT. [13]. Beuio moka3zaHo, 4To
LIMKJIMYECKUIA TPAHCIIOPT 3J1eKTpOoHOB BoKpyr OC 11,
obpasylomuiica pn ydactuu areHra K15, addek-
tuBHO 3amumaer MC II ot GoTOMHrMOUPYIOILIETO
MOBPEKICHMS KAaK B a3POOHEBIX, TAK U B aHA3POOHBIX
yclioBusX. TylmeHne MaKCUMaJIbHOTO YPOBHS (DJIyO-
peCLEHIUM U YMEHbIIIEHUE U3MEHEHUI ONTUYECKOMN
IUIOTHOCTH TIpU 685 HM, cBsI3aHHbBIE C (POTOBOCCTA-
HoOBJIeHUEM (peodpnTrHA, HAOMIOTAeMBIM ITpU (POTO-
MHTUOUPYIOILIEM OCBEILICHUM HeoOpaOOTaHHBIX UJIU
JIMIIEHHBIX BSHAOreHHOro Mn cyOMeMOpaHHBIX
dpaxuit OC I1; doTonerpagaiysi tuToXpoma bssq 1
(doroobeciBeunBaHue B-KapoTrHa U XJI0poduuIa-
670 m3aMepeHHbIE B IIpelapaTax, JIMIIEHHBIX 3HIO0-
reHHoro Mn®C II, 3HayuTeAbHO OCIAOJISAIOTCS B
npucytcteum K15 [13].

s nnpentudpukanyu [TOUITTIHB ucnonbs3oBa-
JI1 UX CIIOCOOHOCTh MCIYCKATh XapaKTepHYIO (IIyo-
pecuenumio npu 440—450 HM 1Ipy BO30Y:KIEeHNU Ha
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mimHe BosHbl 270 uM. ITokasano, yro ITOUITIHB
npouHo cBs3biBatoTcs ¢ PC 11: ToIbKO MPOMBIBAaHU -
€M B IPUCYTCTBUU IETEpreHTa yaaercs ygamuts K15
u3 npenapatoB ®C II. DTo cBUIETENBCTBYET B MOJIb-
3y BbIcOKOM adpduHHOCTU cBga3bIBaHus [IOUTTIHB
B ®OC II, xoTOpOE MMEET, BEpOSITHO, HEKOBAJICHTHYIO
npupony [15].

Metomom (oroappMHHOrO MEUEHUSI C HCIIOIb-
30BaHUEM a3uaconepxaiiero aHajgora [IOUITIHB
(K15-N3) nmokaszano, yto B npenapatax ®C II no u
IocJjie yaaJeHUsI CYMMBI BOJIOPAaCTBOPUMEIX OEJIKOB
IMOUIIJHB uHTEHCMBHO METAT OIHY OEIKOBYIO
nosioca B obnactu 30—34 xa (Mcxonst U3 ycioBuUi
nmpoBeaeHusi I[IAAID anekTpodope3a, BEpPOSITHO,
D2-6em0K) 1, B MEHBIIIEH CTEIIEHH, II0JIOCY B 00JIaCTH
65—55 x/la (rerepoaumep D1- u D2-6enkoB) [15].

B npenapartax PLI ®C II B npucyrctBuu 6 M Mo-
YeBUHBI YAAeTCsI OTYETIMBO pa3faeuThb nojockl D1-
n D2-6enkoB. B atux mpenapartax ¢oroadGUHHO
cs13aHHble [IOUITIHDB MetaT Tonbko mosock 30 k1a
un 55 xJla. YuuteiBasg JaHHbIe 00 aHOMAaJIbHOM U3Me-
HEHMHU 3JIEKTPOPOPETUISCKOM ITOABUKHOCTU TepOou-
LIUJ-XWUHOH-CBsI3bIBalolero 6eiaka D1 B 3aBucumMo-
CTH OT KOHIIEHTpaluu Mo4deBUHBI B cpeae [90, 91],
clieJlaH BBIBOJ O TOM, YTO MECTOM CBSI3bIBAHUS MC-
cienoBaHHbIX [TOUITTIHD, BeposITHO, MOXKET ObITh
D2-6enok [15]. B monab3y 1OCTOBEPHOCTU 3TOTO Ipe/-
MOJIOXKEHMSI CBUIICTEILCTBYIOT TaKXKe MaHHBIE O IIpe-
MMYIIECTBEHHOM 3amurte Oenka D2 or ¢oTomecTpyk-
LIMY B U30JIMPOBAHHBIX KoMIutiekcax D1/D2/1mutoxpomM
bssq c momotubio K15 [14].

B pesynbrate ncciaenoBaHuii CIIOCOOHOCTH AUYPOHA
“caMMarh” mHruoupylomee aeiicreue [NOUITIHB
MyTeM perucTpalivuu TyleHue ypoBHs Fy; xjopoduiia
®C II (cBsI3aHHOTO C BoccTaHOBJIeHUEM Q) B aHad-
pOOHBIX ycinoBusxX, B mpucyrctBuu [TOUTTAHDB (K15)
OBUIO IIOKA3aHO OTCYTCTBHE KOHKYPECHIIMUA MEXIY
IMOUTIIHDB u tnypoHOM 3a yd4acTOK CBSI3bIBAaHUS C
PL ®C I1[16]. DTOT (hakT IMoaTBEpsKAACT MPEAITOO-
KEHHUE O TOM, 4TO MecToM cBs3biBaHus [TOUITTIHB
CIIY>KUT, BEpOSITHO, Oestok D2, Hecyluii Ha cebe, Kak
u3BecTHO, akiuentop Q,. [lonydyeHHbIe pe3yabTaThbl
OTKJIOHSIIOTCSI OT IIPUHSTOM CXEMBbI CBSI3bIBAHUSI TepOM-
maoB ¢ OC 11, HO B TO ke BpeMsI COIJIACyIOTCS C pe-
3y/lbTaTaMu (bYHKIMOHAJIBHBIX U3MepeHuii, 000CHO-
BBIBAIOIIVMH TIPEITIoIaraeMblii MEXaHU3M MHTOUPY-
touiero aeiicteust [IOUTTAHB va ®C 11 [6, 9—16].

METAJUICOAEPXKAIIINE
OPTAHMYECKHWE KOMIUIEKCHI

HccnenoBaHo meMCTBUST HOBBIX XMMHYECKUX CO-
eIUHEHUII TIPOM3BOAHBIX CyibdhamMuga U UX KOM-
miekcoB ¢ noHamu meau (Cu), Hukens (Ni), xpoma
(Cr), xobanpta (Co) u umHka (Zn) (30 coenMHeHU)
Ha 00paTHMYIO peaklvio TUApaTallui IBYyOKUCH yT-
Jlepona ¥ CKOPOCTb GPOTOCUHTETUYECKOTO TPAaHCIIOP-
Ta ajeKkTpoHa ocyiuiectBisieMblx DC 11 [17]. U3 Hux

OOWHHAAIIATh areHTOB SIBJISIIOTCS OPTaHWYECKUMU
OCHOBaHUSIMU, IBAJLIATh YeThIPEe — UX OPraHUYECKU-
MU IIPOU3BOJHBIMHU, a YeTHIPHAALATh — UX KOMILJIEK-
caMHM C HEKOTOPHIMM aTOMaM{ METaJlIOB. DTH CO-
eIMHEHUST UCCIIEAOBaHbl HAa MPEAMET BBISIBICHUS UX
JeicTBUST Ha (POTOCUHTETUYECKYI0 aKTHUBHOCTH
(DCA) ®C 11, a Takke Ha KapOOaHTUAPA3HYIO aK-
tuBHOCTL (KAA) ®@C II n anpda xapboaHTMIpa3hI
(KA) uz sputpoumToB Obika. Cpeay 3TUX areHTOB ObLIO
BBISIBJICHO HECKOJIBKO TpyIIT MHrnouTopos [17]. Heko-
TOpbIE M3 HUX OKa3aJKCh CIIOCOOHBI MONABISATh OIHY,
JIBE WJIM BCE U3 UCCIIEIOBAaHHBIX aKTUBHOCTE. [TprMe-
POM TIOHABJICHMS BCEX MCCIEAOBAHHBIX aKTMBHOCTEM
cayxut, menb(Cu(Il))-comepxaiuiit KOMILUIEKC IIPO-
W3BOJHOTO (DEHWICYIb(POHMITUAPO30HA (COeTUHE-
Hue 25), kotophiii mompasisier KAA anppa-KA Ha
88%, KA ®@C Il Ha 100% n ®CA Ha 66.2%. AreHTbI
Ha ocHoBe IlluddoBa ocHoBaHus (coequHeHUs 12 1
15) u menns(Cu(1l))-conepkaiire KOMILUIEKCH Ha OC-
HOBe (PEeHMIICYIbGOHMITHUAPO30HA (coequHeHue 25
u 26) 3HaunTeIbHO MHTHOUpYIoT KAA 1 @CA ®C 11
[17]. MetomaMm IIMKIWYECKOI BOJIBTaMIICPOMET-
puM, KBaapaTHO-BOJHOBOM BOJIbTAMIIEPOMETPUH,
XPOHOAMIIEPOMETPUHM, a TAKKE METOIOM OOBEMHOIO
2JIEKTPOJIN3A TAKXKE OIpeaesIeH LEbIi PsSII JIEKTPO-
XUMWYECKUX TMapaMeTpoB (KoadduimeHT audopy-
31U, KOJIUYECTBO MEPEHOCUMBIX 3JIEKTPOHOB, KOH-
CTaHTa CKOPOCTH TeTEPOTeHHOM peaklnM, HAKJIOH
Kotpenna, npenenbHbli TOK Ha YJAbTPAaMUKPOIIEK-
Tpone, moreHuMan nuka Epc) mst Bcex 30 mpousBo-
HBIX CyJIb(haMmaa M X KOMILJIEKCOB C MIOHAMM METaJI-
jna. Kpome Toro, omnpeneseHbl 3HAaUYEHUST KOHCTaHT
KMCJIOTHOM nuccounanu pKa HOBBIX coeqMHEHUI B
HEeBOOHBIX M BOIHBIX cpemax. BruisgBiieHa 3aBUCH-
MOCTb 3(pPEKTUBHOCTH TTOAABIICHUST YKa3aHHBIX pe-
akuuit @C II or GUBMKO-XUMUUYECKUX CBOMCTB MC-
CJIEDOBaHHBIX areHTOB [17].

HccnenoBanbl 2¢heKThl 1eBATHAALATU METaLI-
OpraHMYeCKUX KOMIUIEKCOB, COAEPXKaIlUX KaTUOHBI
cypbmbI(I11) Ha poToCcHTETUYECKNIT TIEPEHOC ITEK-
TpoHa M KapGoaHTHmpasHylo aktuBHocTh DC 11, a
TakXe MIYTaTMOHPENYKTa3HYI0 aKTUBHOCTb XJIOPO-
TUIACTOB U IIYTaTMOH peayKTa3bl U3 ApoxkKeit (S. cer-
evisiae) [18]. Illectp M3 HKUX OBUIM pa3pabOTaHBI U
CUHTE3MPOBaHbl BIIEPBbIE, U UX CTPYKTYpbl ObLIU
UIEHTU(PULIMPOBAHbI C WCIOJb30BAaHUEM 3JIEMEH-
tapHoro aHanusa, 'H-AMP, BC-IMP, UK-Dypse,
LCMS, MarHuTHOI BOCTIpUMMYHBOCTU U ITyTEM U3Me-
peHUs1 TpoBOAMMOCTH. 151 Bcex IeBSITHAAIIATH UCCTe-
JIOBaHHBIX KOMILJIEKCOB, COAEPXKAIIIMX KATUOHBI CYyph-
MbI(III), mx Hambojee ycroiumBbie (OPMBI OBLIU
onpeneneHsl Mmeronom DFT/B3LYP/Lanl.2DZ. Cpe-
IN VCCIENOBAaHHBIX KOMILIEKCOB OBLIM BbISIBIICHbI
areHThl, 3(HEeKTUBHO MOAABISIOIINE ONHY IBE, TPU
WM Cpa3y BCE YEThIPE U3 UCCIEIOBAHHbBIX AKTUBHO-
creit [18].

Pa3paboTaH, cMHTE3UpOBaH, OXapaKTepU30BaH U
KCCIe0BaH B KaueCTBe MHTMOUTOPOB (DOTOCUHTETH -
yecKoil M Kapb6oaHruapasHoii aktuBHocTu PC 11,
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O-KapOOaHTUIpa3bl U3 3PUTPOLIUTOB OBbIKA, a TAKXKe
aKTUBHOCTY IVIYyTATUOHPEAYKTA3bl U3 XJIOPOIUIACTOB
M KJIACCUYECKOM INIYTaTUOHPEAYKTAa3hbl U3 APOXKein
(8. cerevisiae) HOBBIIT KJIaCC METaJIJICOIE PXKAIIINX OpP-
raHMYeCKNUX KOMILJIEKCOB Ha OCHOBE MOHOB Meau
Cu(II) [19]. Cpenu HoBbIX areHTOB BhisiBaeHbI Cu(ll)-
colepKalle KOMIUIEKChI U JTUTaHAbl, 3(D(OEeKTUBHO
MHTUOUPYIOIINE TIyTaTUOHPEIYyKTa3y, O-KapOoaH-
ruapasy, KapOOaHTHAPA3HYI0 U (POTOXUMUYECKYIO
aktuBHocTh ®C 11 [19].

WHTUBUTOPHI KAPBOAHTUJIPASHOM
AKTUBHOCTHU @C 11

PaHee ObLIM BBISIBJICHBI YEThIPpE MCTOUHMKA Kap-
0OaHTMAPA3HON AKTUBHOCTHU B CyOXJIOPOIJIACTHBIX
MeMOpaHHBIX YyacThlax, oborameHHbIX OC 11— ruma-
poduibHBIE O€JIKU KUCIOPOIABBIICISIONIEIO KOM-
mwiekca OC 11 ¢ moexynsspHBIMU Maccamu 33 (0e10K
PsbO), 24 (6emok PsbP) u 18 x/la (6enok PsbQ), a
Takke UcTouHMK KAA, ocTaroiiuiicss cBI3aHHBIM C
MUTMeHT-0eIKoBhIM KoMIuiekcoM DC II mocne yna-
JIEHUS TpeX TUAPOPMIBHBIX O€JIKOB C IIOMOIIBIO CO-
JIeBoi1 0OpadoTku [92].

bruto mokaszanHo, yro ucroumieHune M®C II no

HCO;/CO,, a Takxke nopaBieHne KapOoaHTMapas-
Hoii aktTuBHOCTH DPC Il M3BECTHHIM MHIMOUTOPOM
Oo-KapOoaHruapas, alerazojiaMuaoMm (AZM), comnpo-
BOXIAeTCS CHMKEHUEM CKOPOCTH IIepeHOoca 3JeK-
TpOHOB Ha foHOpHOI ctopoHe DC II. Uurubupona-
HHe, BbI3BaHHOe AZM, MOJHOCTBIO YyCTpaHSETCS
HCO; nin u3BeCTHBIMUA UCKYCCTBEHHBIMU JTOHOpPA-
MU 3JIeKTpoHa (deppoumanugoMm Kanust u TMPD).
Bbbin cnenad BbIBOJ O TOM, UTO U1l MaKCHMMaJlbHOM
dorocuHTeTMYeckoi akTuBHOCTH DC II Heobxoau-
Ma ee KapOoaHTruapa3Hasi aKTUBHOCTb. OQHAKO He
HUCKJIIOYeHO, UTO AZM MOT UMETh IBa HE3AaBUCUMBIX
MexaHu3ma neiicteust Ha @C 1I: cneuupuyeckuii u
Hecreuuduyeckuii [93].

YT10o0OBI McCEIOBaTh CIIEU(PUUYECKOE BIUSHUIE
MHTMOMPOBAaHUS KapOOaHTUAPA3HOM aKTUBHOCTU
®DC II Ha ee HPOTOCUHTETUYECKYIO AKTUBHOCTbD, ObLIT
WCIIOJIb30BaH APYTrOil NU3BECTHBIM MHTMOUTOP O-KapOo-
aHTUApa3, HEUCCIeIOBaHHBIN paHee I10 ero 3¢ dekraMm
Ha KapOOaHTUApa3HyIO U (POTOCMHTETUIECKYIO aKTHUB-
Hoctb DC 11, Tpudropmerancynbhonamun (TFMSA).
MonekynsipHast ctpyktypa TFMSA u ero ¢pusnko-xu-
MUYECKHE CBOMCTBA CMJIBHO OTJIMYAIOTCS OT TAKOBBIX
AZM [94]. Bepsble 6bU10 TTOKa3aHo, yTo TFMSA on-
HOBPEMEHHO C TMOJaBJIeHUEM KapOoaHTUApa3HO
aktTuBHOCTH DOC Il BBHI3BIBaET TaKKe CHUKEHHUE:
1) BenuuuHbl (HOTOMHAYIIMPOBAHHBIX H3MEHEHUN
Beixoga ayopecueHunu xiaopodpumra PCII u
2) ckopocT  (POTOCMHTETUYECKOIO  BBIICICHUS
kuciaopona [94]. [lo6aBieHNEe 3K30T€HHBIX JOHOPOB
anekTpoHa @C II win HCO; npuBoauio K ucues-
HOBeHMIO MHrubupyiomero aeiicteus TFMSA Ha
nepeHoc aekTpoHa B @C II, yka3biBag Ha TO, 4TO
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cant maTMOMpOoBaHnsg TFMSA pacrionoxeH Ha 0-
HopHoii ctopoHe DC 11 [94].

NNPUMEHEHUWE MHT'MBUTOPOB ®C 11

NMmeroTcss myOauMKauuu, CBUACTEIbCTBYIOLINE O
3HaunMocTu nHrnoumropons ®C 11 kak B KauecTBe MH-
CTPYMEHTOB HAay4yHOTO MTO3HAHUSI, TaK 1 J1s1 peaIbHOTO
MPaKTUYECKOTO WCIIOJb30oBaHUs. IlokazaHo cyiie-
CTBEHHOE yBeJIMYeHue (pOTOUMHAYLIMPOBAHHOM reHepa-
LIMY MOJIEKYJISIPHOTO BOJIOPO/Ia KJIeTKaMU MOPCKOH 3e-
JieHoit Bonopocnu Platymonas subcordiformis, B ipu-
CYTCTBUU pazodiuTelist (porodochopuainpoBaHusl,
CCCP [95]. YBenuueHue Boixona H, 3a cuetr nobas-
Jienuss CCCP B OCHOBHOM CB$I3aHO C KOMOWHAaIUEN
HeckoabKkux MexaHnu3sMmoB. CCCP, kak ADRY-areHT,
nHru6mpoBan akTuBHocTh KBK ®C 11, yto mpuso-
JINJIO K 3aMETHOMY CHUXKEHUIO (POTOBBIIEIEHUS KUC-
JIOpoJa, U XOTSI OKUCIUTEIbHOE TbIXaHUe MUTOXOH-
IpUil UL ciierka nHaktuBupoBaiock CCCP, tem
He MeHee 3P (EeKTUBHO JOCTUTAJICS aHA3pOoOMO3 Ha
cranuu QotoreHepauuu H,, mnpesoTBpalaIINi
WHaKTHBAILMIO KUCJIOPOJOM O0paTUMOil TuaporeHa-
36l B KJteTKax. Pazoomarommit appext CCCP ycko-
psial TIepeHOoC 3JIEKTPOHOB M3 BOABI, Hapymman ApH
yepe3 TUJIAKOUIHYI0 MeMOpaHy U, TaKUM oOpa3oM,
YBEJIMYMBAJ IOCTYIMHOCTb 3JIEKTPOHOB U MPOTOHOB
IUJISI TUAPOTEeHAa3bl. DJIEKTPOHBI IJIsl (poTOreHepaluu
BOJIOPOJiIa B OCHOBHOM MOCTAaBJISUIMCh B pe3yJibTaTe
doromm3za Bonsr (90%) [95].

Wcnonp3oBanne MHTMOUTOPOB, MCKYCCTBEHHBIX
aKleNnTOPOB M JOHOPOB BJIEKTPOHOB B KauyecTBe
SKCHEePUMEHTATbHBIX MHCTPYMEHTOB TSI U3YYeHUS
$OTOCHMHTETUUECKOTO anmnapara, a Tak>Ke UX 3Hade-
HHE B UCTOPUUYECKOM Pa3BUTHUU IIPEACTABIICHUN O
CcBOMCTBaX, MYHKIMSIX U MOCIEeI0BATEILHOCTH TIe-
PEHOCUYMKOB 3JICKTPOHA B BJIEKTPOH-TPAHCIOPTHOMI
Henu GOTOCUHTE3a MOAPOOHO PAaCCMOTPEHO B 00-
3ope TpebcTa [96].

IIpencTaBieH NoapoOHBIIT 0030p MTOCTUXKEHUI U
OTKPBITUI B MCCIICTOBAHUSX OMOXMMWYIECKUX MyTeH 1
(GU3MOJIOTMYECKUX TIPOLIECCOB PaCcTeHUi, CIOeaHHBIX
Garomapst MCITOJIb30BAaHMIO Pa3HBIX MTHIMOUTOPOB (ho-
TocuHTe3a [97]. Beicokoe cpoacTBO MHTMOMTOPOB K CO-
OTBETCTBYIOILMM CaliTaM-MMUILIEHSIM JeIaeT UX I0JIe3-
HBIMUA 3KCHEPUMEHTAIbHEIMU WHCTpyMeHTaMu. B
Ka4eCTBE JIMIIIb OTHOTO M3 IPUMEPOB MX 3HAYMMOCTU
yKa3bIBaeTcsl padoTa, CBI3aHHAas C OTKPBITHEM caiiTa
CBsI3bIBaHMSI MHIMOuTOpoB, mopapisiomux OC 11,
HarpaxneHHass HoGeneBckoit mpemueii B 1988 romy.

ITokazano, YT0O THTMOMTOPEI MOTYT OBITH MCITOJTBE30-
BaHBI B IPOMBIIIJICHHBIX MaciuTabax JjIs YBEeIMYECHUS
BBIPAOOTKU OMpeAeIeHHBIX KAPOTUHOUIOB KJIETKA-
MU 3eaeHoi Bogopocau Dunaliella bardawil, crioco6-
HBIMU HaKaIrIuBaTh OOJIbIIIOE KOJIMYECTBO KapOTHUHA
B CTPECCOBBIX YCIIOBUSIX (DUYPOH YBEJIWUYMBAJI OUO-
CUHTE3 JIIoTerHa B 2 pa3a) [98].
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INokazaHo, 9TO CyIIeCTByeT BO3MOXKHOCTh YBEIMYE-
HUs1 3¢ GEKTUBHOCTU TIPOU3BOACTBA MOJIEKYJISIPHOTO
BOIOPOJA OT 3-X 10 5-TU pa3 KJIeTKaMU OTHOKJIETOYHOM
raJIoOTOJIEpaHTHOM ILIMaHoOakTepuu Aphanothece halo-
phytica, KoTopasi SIBIsIeTCS] HOTeHIIMAIbHBIM TEMHOBBIM
¢depMEeHTaTUBHBIM TIPOAYLIEHTOM, €CJI 00padaThIBaTh
kiretkn CCCP 1 DCMU, KoMOMHMPYS YCIOBUST OCBE-
LIEHUS WA BpeMsl MHKyOaluy B TeMHoOTe [99]. OnHuM
13 OCHOBHBIX (PAKTOPOB, OrpaHUYMBAIONINX (pOTOTE-
Hepalrio BOAOPOIa, BHICTYIIAET KMUCIOPOd, MHTUOM-
TOp aKTUBHOCTU ABYHaNpaBJ€HHOI TMApOreHasbl B
Knetkax A. halophytica. Kuciopoa MHTEHCUBHO BbI-
JIeasIeTCss KaK MOOOYHOM MPOAYKT (DOTOCUHTETHYE -
ckoit aktuBHoCcTH @C II Ha cBeTy B pe3yabTaTe pac-
MICTIJICHUSI MOJIEKYJI BOABI, HO MOXET ITOTJIOIIAThCS
B pesyaprare neixanusi. C momompbio CCCP m
DCMU nopasnstnn (poTOCUHTETUUECKOE BBIIE/IC-
HUe KUCJIOpoAa, U TaKUM 00pa30oM JOCTUTAJIM HU3-
K1X ypoBHei kucioponaa. Kpome Toro, CCCP ycu-
JIMBaJl 4aCTOTY JbIXaHUS, elle 00Jblle CHUXas ypo-
BeHb Kucjiopoaa [99].

SAKIIIOYEHHME

OcHoBHas1 nHGOpMaNUs 110 XUMUYECKUM WHIU-
outopam @C 11 6buta nonydeHa B 70—80 rr. IpoIiio-
ro crojietusi. B 3Tu roapl cyliecTBoBajga cepbe3Hast
SKOHOMMUYECKAasI 3aMHTEPECOBAHHOCTh B pa3paboTKe
W UCCIETOBAHUSX XUMWYECKUX CPEICTB OOpPHLOBI C
copHsikamu (repoununaos). B atu rogbr 6610 OMy0-
JIMKOBaHa OOJIbIlIas 9acTh MHMOPMAIINN O MEXaHU3-
Max IeMCTBUS repOUIINI0B, NX y9aCTKaX CBSI3bIBAaHUSI
U OCHOBHBIX 3(deKTax Ha xapaKTepHble peakiuu
doTtocucTeEM M COCTOSIHMSI MHTEPMEINATOB 3JIeK-
TPOH-TPAHCITIOPTHOI 11Ienn poTocuHTe3a. [TosaTomy B
0030pe TaK MHOTO CCBHUIOK Ha ITyOJWKalMU TeX JIET.
B nmocnenyrolieM, B CBSI3U C pa3BUTHEM U pacIlrpe-
HUEM IPYTUX TEXHOJIOIU1, B TOM YMCJIE UCIIOIb3YIO-
IIUX TeHeTUYECKU MOIUMDUIIUPOBAHHBIE COPTa KO-
HOMMWYECKM 3HAYMMBIX PACTEHUIA, a TaKXKe C CyIle-
CTBEHHBIM IIOBBIIIIEHMEM BHUMAaHUS K mpoObjieMaM
9KOJIOTUM U 3arpsI3HEHUST CEJIbXO3YyTroAvil XuMuye-
CKUM IIOJUIIOTAaHTaMU, HCCJIeIOBaHMsI, HampaBIeH-
HbI€ Ha BBISIBJICHUE, pa3pab0OTKy HOBBIX XMUMUUECKUX
repOoMIIUI0B CTalu MEHEee aKTyaJlbHBIMU U, COOTBET-
CTBEHHO, 3TO OTPA3MJIOCh Ha KOJMYECTBE HAYUHBIX
nyonukanumii. OmHaKo, ITOCKOJBbKY OCHOBHBIC 3(@-
¢deKkThl OBIM YK€ JOCTATOYHO LIMPOKO W3BECTHBI
0OJIBIIIE CTAJIO IO IUKAIMiA 00 MCIOJIb30BAHNM 3TUX
XMMHMYECKUX aT€HTOB B KaUe€CTBE MHCTPYMEHTOB Ha-
YUHBIX UCCJIENOBaHUI, a TaKXKe B KaUueCTBE CPEICTB
yIIpaBjeHUs ONpeneIecHHBIMU 3TanaMu (hOTOCHUHTE-
TUYECKOTO MpoI1iecca Il IIPOM3BOICTBA HEOOXOIUMBIX
COEMHEHUI, TIPOIyKTOB (hoTocuHTe3a. [Iprumepom Ta-
KOTO YIIPaBJICHUS MOXET OBITh IIPUMEHEHIE JUYPOHA 1
CCCP mng yBenuueHMsI TEHepallMii MOJIEKYJISIPHOTO
BOJOpOAA KJIETKaMU OIHOKJIETOUHOI TajoToJepaHT-
HoOIl 1umaHoOakrepumn Aphanothece halophytica [99].
B ToxXe BpeMs1 B COBpeMEHHBIX MCCIEI0BaHMUSIX IIPO-

JIOJDKAET ITOSIBIIATHECS HOBast MH@opMaims o6 >ddek-
Tax, MEXaHW3Max U yJ4acTKax IeUCTBUS JaxKe N3BECTHBIX
xumudyeckux uHruomtopoB @C II. BoisiBieH HOBBIA
YYaCTOK IIPEMMYIIECTBEHHOIO CBSI3bIBAHMS IUYpPOHA,
nuHoce6a, T®Bb u ADRY-areHTOB ¢ HOBBIM XMHOH-
CBSI3bIBAIOIIUM CaiTOM Q¢ U MOKA3aHO, YTO pe3yJsib-
TaTOM TaKOTO CBSI3BIBAHMSI SIBJISIETCSI COBUT CPEIHE-
TOYEYHOTOo noTeHuuana E,, BbICOKONOTEeHIIUATbHOM
dbopmbl IuTOXpOMa bssy B CTOPOHY OTPULATENBHBIX
BEJIMYUH B pe3ybTaTe OKUCICHUS TeMOBOI TPYIIIbI
LIATOXpOMAa 3TUMU areHTamu [61]. B 0030pe HEBO3-
MOXHO pPacCMOTpeTh BCe MyOJMKAIUU BCICACTBUE
000CHOBaHHBIX OrpaHUYCHUI B 00beMe TeKCTa U 1C-
MMOJIb30BaHHBIX CChUIOK. [103TOMY aBTOpPHI IPUHOCST
MCKpPEHHUE U3BUHEHMSI YMTATEI0 3a TO, YTO, BO3-
MOXHO, HEKOTOpbIe, 3MMOEKTbl XUMUYECKUX WHTH-
outopoB OC 11 miu nyoauKaLMy 10 yKa3aHHOU TeMe
0Ka3aJINCh He TIpeICTaBIeHBI B 0030pe.

HMccnenoBaHue BBIMOJHEHO MNpU (DUHAHCOBOM
nonnepxke Poccuiickoro ¢doHma GpyHIaMEHTATb-
HBIX MCCJIEIOBAaHUN B paMKaxX HayIHOTO IIpOeKTa
Ne 19-14-50341.

ABTOpPBI 3asIBJSIIOT 00 OTCYTCTBUM KOH(DIUKTA
uHTepecoB. Hacrosias craTbs He COMEPXKUT KaKMX-
JIN6O UcclieoBaHU C ydacTUEM JIIOASH U SKMBOTHBIX
B KauecTBe OOBbEKTOB MCCIEAOBaHUIA.
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M3BecTHO, UTO HUTOTOPMOHBI UTPAIOT BAXKHYIO POJIb B PETYJISILIUM OMOTeHe3a XJI0POTJIaCTOB, OHAKO UH-
dopmanus o myTsiX BOCHPUSITUSI TOPMOHAIILHOTO CUTHAJIA XJIopoIuiacTaMu orpaHrnyeHa. C 1e/iblo aHaau3a
BO3MOXHBIX MEXaHU3MOB IeiCTBUS TOPMOHOB M3y4aad OTBET MyTaHTOB Arabidopsis thaliana (L.) Heynh.
scabra3-2 (sca3-2) v rpotmp ¢ nebeKTHbIMU TeHaMmu TactTuaHbix PHK-nonmnmepas spepHoro Koguposa-
HUS Ha 00paboTKy abcum3oBoii Kuciaoroil (ABK) n nmurokuaunnamu (LIK). Peakius myranTa rpotmp, Kak
MpaBWIO, HEe OTIMYAJach OT OTBETa PACTCHUIl AWKOTO TUIIA: MPAHC-3€aTUH aKTHBUPOBAJ HAKOIUIEHUE
TPaHCKPUIITOB F€HOB arrmapaTta TPaHCKPUIILUU U T€HOB, KOAUPYEMbIX MJIACTUIHBIM T€HOMOM, TOTJa KaK
ABK B cnaboii cTerneHu nomasisyia UX 3KCIIPECCUIO WJIM He OKa3blBasia JoCTOBepHOro 3ddekra. OnqHako
0a30Bble ypOBHU MaTPULL FEHOB, BXOIIIUX B TPAHCKPUTILIMOHHBIN (hepMeHTHBIN kKoMmIiekc PEP-A (plas-
tid-encoded RNA polymerase), y rpotmp oKazauch BbIlIE, YeM y PACTEHUI TUKOTO TUIIA, YTO, BEPOSITHO,
CBSI3aHO C KOMIIEHCATOPHBIM MEXaHU3MOM, IMO3BOJISIIOIIMM MYTaHTy ycuiuTbh PEP-3aBucumyio TpaH-
cKpuIuio ripu orcyrctBuu pepmenra RPOTmp. AuchyHkims depmenTa mactuaHoit PHK-mmonmnmepa-
361 RPOTp y sca3-2 nHoyuupoBaja U3MEeHEHHbBII TOPMOHAIBHBIN OTBET TeHOB TPAHCKPUITLIMOHHOI'O KOM-
TUIeKCa IJIAaCTUA U TeHOB TUIACTUIHOTO KOIMPOBAHUS B CpaBHEHUM C peaKlMeil pacTeHMii JUKOro TUIIA.
OT1cyTcTBHE 3HAUYMMOTO akTuBHpyomero aggekra 11K Ha skcnpeccuio reHOB amapaTa TpaHCKPUITLINNI
KOppPEIUPOBaJIo C COXpaHEeHMEeM 0a30BOTr0 YPOBHSI TPAHCKPUIITOB XJIOPOIUIACTHBIX TEHOB UM TJIACTUIHBIX
oenkoB. Kpome Toro, sca3-2 umen yBeInueHHYIO 6a30BYIO 3KCIIpeccuio reHoB MeTabonmusma LIK — IPT3,
IPTS n CKX5. Ilpu aToM peaxkimst Ha muHrubupyloiee neiictBue ABK y aToro MmyranTa, HampoTus, OblTa
BbIpaXkeHa CUJIbHEE, BO3MOXHO, B CBSI3U C U3MEHEHUEM 0a30BbIX YPOBHEN MaTpUIL psiia TeHOB, KOJUPYIO-
mux 6enku curHanuHra u Metadbosusma ABK. Takum obpa3zom, nusmeHeHue skcrpeccuu reHoB NEP (nu-
clear-encoded RNA polymerases) mon meiicTBueM TOPMOHOB MOXET TPaHC(HOPMHUPOBATHCS B aKTUBALIMIO
WJIM TIOAABJICHUE KCITPECCUU XJIOPOILJIACTHBIX TEHOB SIAEPHOTO WJIY TJIACTOMHOI'O KOAMPOBaHUs, obecrie-
YuBas peryasinuio GyHKIMA XJIOPOIUIACTOB 32 CYET MEXaHU3MOB aHTEPOrPaHOTO CUTHAJIMHTA.

Kmouessie ciioBa: Arabidopsis thaliana, abc1i3oBasi KMCIO0Ta, XJIOpoIiacTel, TUTOKMHUH, RPOTp, RPOTmp
DOI: 10.31857/S0015330321020020

BBEAJEHUWE

DUTOropMOHBI UTPAIOT BaXKHEHIITYIO POJIb B pEry-
JISIUMY OMOoTeHe3a XJIOPOIJIACTOB M MX amalTallud K
MEHSIIOLIMMCS YCIOBUSIM Cpellbl Ha pa3HbIX Tarax
oHTOreHe3a. OmHAKO MyTH BOCHPUSITUS TOPMOHAIb-
HOTO CHUTHaJIa B OTUX OpraHesIaX OCTaloTCs 0 CHUX
TOp MaJIOU3yYeHHBIMU U, TTO-BUIUMOMY, MOTYT Iy0-
JINPOBAThCS HECKOIBLKUMU MeXaHn3MaMu. Hapsioy ¢
HETIOCPEICTBEHHBIM CBSI3BIBAHUEM Ul/C-DJIEMEHTOB B
MMPOMOTOPHBIX 30HAX IUIACTUIHBIX T€HOB TOPMOH-
peryImpyeMbIMUu mpanc-(paKTopaMy IEeHCTBHE TOpP-
MOHa MOXET OBITh OTIOCPEIOBaHO Yepe3 SIIepHbBIC Te-
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HBI, OIIpelelISolIe SKCIPECCUI0 TeHOB ILIacTOMa.
IMpumepnro n3 3000—4000 6eTKOB XITOPOIIIIACTOB OKO-
710 98% KOOUPYIOTCSI SIIEPHBIM TE€HOMOM, Y UMEHHO
OHU OITIPEACIISIIOT TUI TUIACTUA U MX METa0OIMYECKYIO
aKTUBHOCTb, BCE 3TaIbl SKCIPECCUU IIIACTUIHOIO TI'e-
HOMa M CUCTEMY UMIIOpTa OEJIKOB B XJIOPOILIACTEHI. DTO
MO3BOJISIET MPEATIONIOXKUTD, YTO (DUTOTOPMOHBI, MOIY-
JINpYS SIAEPHBIN CUTHAJT, BIISIIOT HA OMOTeHe3 XJIOpo-
iactoB. Bo3daMoxHasl crpaBemIMBOCTh 3TOIO YTBEp-
KIEHMsI KOCBEHHO MOITBEP:KAAETCS TEM, YTO aHTEPO-
IpagHbIA CUTHAJIMHT SIBJISIETCS BEOYIIUM B PETYJISILIUU
GroreHe3a XJIOPOIUIACTOB 1, KPOME TOTO, IO HACTOSI -
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1IETO BPEMEHU, HECMOTPS Ha OTPOMHBIE YCIIEXU B
M3yYeHUN MeXaHM3Ma AeUCTBUSI (PMTOTOPMOHOB, HU
OJIVH PEeLETITOP HU JJ1s1 OMHOTO (PUTOTOPMOHA He ObLIT
OOHapyXeH B XJloporuiacTax.

XOpollIo M3BECTHO, YTO (PUTOTOPMOHBI LITUTOKU -
HUHBI 1 ABK 0Ka3bIBalOT MPOTHUBOIIOJOXKHBIN (-
¢eKkT Ha OMmoreHe3 XJIOPOILUIACTOB, MpPUYEM HaMU
YCTaHOBJIEHO, UTO OHU BJIUSIIOT Ha KCITPECCUIO Ta-
CTUIHBIX TEHOB KaK Ha TpaHCKpUIILIMOHHOM [1, 2],
TaK M Ha MOCTTPaHCKPUIILIMOHHOM ypoBHe |3, 4]. s
U3y4YEeHHs] BO3MOXKHOTO BOBJIEUEHUST 3TUX (DUTOTOPMO-
HOB B aHTEPOTPaJHbIiA CUTHAIMHI Mbl BbIOpaIM JBa
SIICpHBIX T€Ha arfnapara TPaHCKPUITIMU TIIaCTUI
RPOTp n RPOTmp, xomupyiolnuXx MOHOCYObEIM-
HuuyHble PHK-monmmmepassr parosoro tuma (NEP —
nuclear-encoded RNA polymerase). [Tomumo RPOTp
u RPOTmp renom Arabidopsis conepxut reH PHK-110-
ymMepasnsl  arooro thmma RPOTm, xortopast ocy-
ILIECTBJISIET TPAHCKPUTILIMIO MUTOXOHAPUAIBHBIX TEHOB.
INonaratot, yto reasr RPOTp u RPOTmp ripon3onuiy 3a
cuet nyrumKanyy reHa RPOTm v TIOCIIeIyrOIIero ITpy-
o0peTeHUs1 MoJuMepa3aMU TPaH3UTHOTO TEeNTHna,
Hanpasisgoero ux B miactunsl (RPOTp) unm B
wiactuabl 1 MuToxoHApruKU (RPOTmp, y 1ByITOAbHBIX
pacteHuit) [5]. B oTmruune oT MUTOXOHIPUIA TeHBI T1a-
CTUJI TPAHCKPUOUPYIOTCS TaKXKe MYJIbTUCYObeIUHUY-
poit PHK-nommMepa3oit mpoKaprnoTHUIeCcKOro THUIIA,
konupyemoii tutactomom (PEP — plastid-encoded
RNA polymerase).

CnenupuIHOCTh OEUCTBUS IUIACTUAHBIX ITOJIM-
Mepa3 ObLla IMIPeaAMETOM ACTAILHOIO aHajn3a psaa
uccieponareneil. Ilokazano, yto PEP-nonumepasa
OTBEYAET, IPeXIe BCEro, 3a TPAaHCKPUIILIHNIO T€HOB
dorocuHTe3a, a pepMeHThl NEP akTMBHEI Ha paHHNX
CTagysIX OHTOIeHe3a U TPaHCKPUOMPYIOT TeHbI JoMalll-
HETO XO35iiCTBa, BKIIIOYAsl YEThIpe KOPOBBIC CyObemu-
auel PEP. Onpako ripy nmopasimenn PEP-3aBuncnmoit
TPAHCKPUIILUM 3a CUET TeHETUYECKUX J1e(EeKTOB WIN
HEOJIAaronpuUsSITHBIX (Pu3nonorndeckux yciaosuii NEP
CITOCOOHBI TPAHCKPHOMPOBATh Jaxke (POTOCUHTETHIYEC-
ckue reHbl ¢ NEP-3aBHUCHMEBIX TIPOMOTOpPOB [6, 7].

®epmentsl NEP TpaHCKpHUOMPYIOT ITUIACTUIHBIE
TCHEI, CBSI3BIBasiICh C TpPeMs Pa3IMYHBIMU TUIIAMU
IIPOMOTOPOB, MOXOXMX Ha IIPOMOTOPHEI TEHOB 0aKTe-
puodaros 1 MuToxoHnpuii. Hammaue pazmmaHbIX TH-
II0B IIPOMOTOPOB IIPEAIOJIaracT CylleCTBOBaHMUE CIIe-
HUUIHBIX MpaHc-(PaKTOPOB, KOTOPhIE ITOMOTAI ObI
PHK-nommmepazam  omnpenensitb cailThl WHULIMALIA
TpaHcKpuIuu. TeM He MeHee, 0 HACTOSIIIIETO BpeMe-
Hu mit NEP He Obul mmeHTMMIIMPOBAH HU OOUH
mpanc-paKkTop, BO3MOXHO, M3-3a HU3KOI KOHIICH-
Tpalliy, HE MO3BOJISIIONIEH BBIIECINUTH UX COBPEMEH-
HBIMU METOIaMMU.

Bomnpoc o ropMOHaABHOM PEryassiuyi aKTUBHOCTHU
NEP Taxke ocraercst oTKpbITEIM. [loaTOMY 3amaum
HallleTo MCCAeIOBaHUS BKIIOYAIM aHaIu3 OCOOEH-
HOCTE FOPMOHAJILHOM PETyISIUU XJIOPOILTACTHBIX
IreHOB, a TaKXXe FeHOB MeTaboim3Ma U CUTHAJIMHTA

mutoknHUHOB (LIK) 1 ABK y pacTeHuit [MKoro tumna u
MYTaHTOB ¢ fecheKTHbIMU reHaMu RPOTp u RPOTmp.

MATEPUAJIBI U METObI

HMccnenoBaHusi BBITIOJHEHBl Ha TPEXHEAEIbHBIX
pacTeHusix aukKoro tumna Arabidopsis thaliana (L.)
Heynh. (Columbia-0), roMO3UTOTHBIX MHCEPILIMOH-
Heix T-JIHK HOkayT-MyTaHTax scabra3-2 (sca3-2) n
rpotmp-2, OTOOpaHHBIX U3 CTOKOBBIX JUHUI NASC
N593884 (Salk 0938840) m N6328420 (Salk 132842),
COOTBETCTBEHHO. PacTeHus BblpalllMBaJIM Ha araprus3o-
BaHHOI moioBUHHOI M C-cpenie B KITMMaTU4eCKOM Ka-
Mepe IPU UHTEHCUBHOCTY ocBeleHus 70 MkD/(M2 ¢),
temrtepatype 23°C u ¢poronepuone 16 4 — ceer / 8 u —
TeMHOTA.

ConepxxaHWe MUTMEHTOB U TT0Ka3aTejv IIepeMeH -
HoIi (h1yopecueHIMU XJopoduiia ¢ UCTIOIb30BaHU -
em ¢dayopumerpa PAM-100 (Heinz Walz GmbH,
I'epmaHUs1) OLIEHMBAJIM B COOTBETCTBUU C IIPOTOKO-
JIOM, OITMCAaHHEIM paHee [8].

s uccienoBaHusl NeMCTBUSI TOPMOHOB pacTe-
Hus1 obpabareiBaiu pactBopamMu ABK (50 MkM) u
mpanc-3eatnHa (5 MKM) B TedeHue 3 v 24 4, mociie
yero (PMKCUPOBAIM B XXMIKOM a3oTe. OnTuMaibHBIC
KOHILIEHTpaluy (PUTOTOPMOHOB OIPEE/ISIN B MpeaBa-
pUTEIbHBIX SKCIIepuMeHTax. OTHOCUTEIbHBIN YPOBEHD
TPAHCKPUIITOB 11€JIEBBIX T€HOB OIPENEsi METONOM
konmmyectBeHHoro TTIP B pexxuMe peasibHOro BpeMeHU
nociie obparHoit TpaHcKkpurmuu (I11IP-PB) Ha am-
mmdukarope LigthCyclerR96 (Roche, IlIBeiina-
pUsI) COTJIACHO METOAUKE, OIMMCAHHOMN B TpPEIblay-
meit padore [9]. IlocnenoBaTeIbHOCTU UCIIOJbB30-
BaHHBIX NpaiiMepoB TMpHMBEIEeHBI B Supplementary
(Table S1).

OlLleHKYy M3MEHEHUid B colep>KaHWUU XJIOPOILIacT-
HBIX O€JIKOB ITpU ACUCTBUY (PUTOTOPMOHOB ITPOBOAVIIA
METOIOM BECTEPH-OJIOTTUHTA C UCTOJIb30BAHUEM CIIe-
UIHBIX aHTUTEN IIpoTUB 0es1koB RbcL (AS03 037),
PsbD (AS06 146), AtpB (AS05 085) u Lhcb2 (AS01 003)
dupmbr Agrisera (IIBerust). ToTaTbHBIN pacTUTETb-
HbI OeJIOK mojydyaau MyTeM rOMOTeHU3aluu po3e-
TOYHBIX JIMCTheB B Oydepe, comepxkamem 50 MM
HEPES-KOH, pH 7.5, 330 MM copbur, 2 MM DITA,
1 MM MgCl,, ¢ nocieayoliiei (puabTpalyeil romore-
HaTa 4epe3 2 cyios ¢uabrpa Miracloth (Calbiochem,
CIIIA). KonauyecTBeHHOE OIIpeae/ieHUe TOTaJIbHOTO
0eJsiKa B MOJYYEHHbBIX SKCTPaKTax MPOBOAWUIN OUIIUH-
XOHUHOBBIM METOAOM C MCHOJIb30BaHUEM Habopa
BCA™ Protein Assay Kit (Thermo Fisher Scientific,
CIIIA). O6pasusl, cogepxamiyue 20 MKT TOTaJIbHOTO
6enka, pasgenstiii B 10% SDS-PAGE, u 3atem 6enku
nepeHocwid Ha PVDF memMOpaHy MeToooM MOJIyCy-
XOro IiepeHoca Ha 1mpubope semi-dry (Bio-Rad,
CIIA). BzanMoneiicTBre crieinpuIecKrux aHTUTEI C
WccenyeMbIMU oOpa3iiaMu 0eJIKOB, UMMOOWIN3UPO-
BaHHBIX Ha MeMOpaHe, MPOBOAUIIY B YCJIOBUSIX, PEKO-
MEHIOBaHHBIX (UPMOI-TIPOUZBOAUTENEM aHTUTE
®U3UOJIOTUS PACTEHUN Ne 2
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Tab6auna 1. ConepxaHue MUTMEHTOB U TToKa3aTeau (hOTOCMHTETUUYECKO aKTUBHOCTHU oTtocuctemsbl I B TpexHenenb-
HbIX pacTeHusx nukoro tuna (Columbia-0) 1 MHCEPLIMOHHBIX HOKAyT-MyTaHTax 1o reHy RPOTp (sca3-2) u 1o reHy

RPOTm (rpotmp-2)

T'enoTun

ITokazaTenb

nukuii Tun (Col-0)

scabra3-2

rpotmp-2

ConepxaHue xjaopoduiia (a + b), Mr/T CbIpoii Macchl
ConepxkaHue KapoTUHOUIOB, MT,/T ChIPOl MacChl
CrauuroHapHblil ypoBeHb duiyopecLieHIUHU Fy
ITokasarens F,/F,

KsBanrossrit Beixon porocuctemsl 11 Ha cBety Y(1I)

[TapameTp HeoTOoXUMMYECKOTO TyleHuss NPQ

0.705 = 0.036%
0.124 £ 0.003?
0.202 £+ 0.0342
0.827 £0.002?
0.675 = 0.009?
0.261 £0.0142

0.071 +0.004°
0.021 + 0.001°
0.054 % 0.006"
0.815 £ 0.005°
0.595 +0.017°
0.228 +0.015°

0.777 £0.033*
0.158 £ 0.004°¢
0.194 + 0.014%
0.828 = 0.003*
0.689 £ 0.016*
0.260 £ 0.017%

IMpumevanue. JlaHHBIC TaOIUIIBI TTPEACTABIISIIOT COOOI CpeTHUEe 3HAYeHUS + cTaHmapTHBIE OIUOKM (n > 3). Pa3Hble OyKBBI 0003HA-
4aloT CTaTUCTUYeCKU 3HauMMble pasnuaus mpu P < 0.05 (ANOVA ¢ nocienytoiuM TectoM ThloKn).

(Agrisera, IlBemust). UMMyHOpeakiuio BU3yaJIU3M-
poBasiu npu nomoiu Habopa ECL (Bio-Rad, CIIIA)
U XEMWIIOMUHECLIEHTHBIA CUTHaJl PETMCTPUPOBAIU
Ha nudpoBom ckaHHepe C-Digit (Li-Cor, CIIIA).

OKCrepuMeHTbI MPOBOAWIM HE MEHEE YeM B 3-Kpart-
HOI OMOJIOTMYECKOM MOBTOPHOCTU. OCTOBEPHOCTH
pasnuuurii mpoBepsuiu ¢ momolbio Metona ANOVA ¢
MOCJIEAYIOIIUM TeCTOM ThIOKM.

PE3VYJIbTATDBI

Huaxkmueauyus eenoé RPOTp u RPOTmp
CnOCOOCMB08aNA USMEHEHUIO DUBU0A02UYECKUX
XapaKmepucmuk U 3KCAPeccul 2eH08 CUSHANUHeA
u memaooausma K u ABK

Vo6eauTeTbHBIM T0Ka3aTeIbCTBOM TOTO, uTO NEP
MPUHMMAIOT HEITOCPEACTBEHHOE Yy4YacTHE B TOPMO-
HaJIbHBIX OTBETAX, SIBJISIETCSI aHAIN3 COOTBETCTBYIOIINX
HOKayT-MYTaHTOB. B 3kcrnepuMeHTax Mbl MCIIOJIb-
30BaJiu TpPAaHCTeHHbIe pacTeHUs scabra3-2 (sca3-2),
MyTaHTHBIC 10 TeHy RPOTp. MyTaHTHBIIA T€H CO-
nepxut T-IJIHK BcTaBKy B nonoxenuu 1894 (ot komo-
Ha MTHULIWALVY TPAHCIISILN ) Y KOOWUPYET HOJIMITCTITUL,
B KOTOPOM OTCYTCTBYIOT 604 aMUHOKHCIOTHI 1 9 u3
11 nomeHoB, Bkitoyasg C-MOTUB. DTOT MOTUB SBJISI-
eTCs YacThlo KaTanuTuuyeckoro caiita T7 PHK nmonu-
Mepa3, U €ro OTCYTCTBUE BBI3bIBaeT IUC(HYHKIIAIO
depmenta RPOTp [10]. Pactenus scabra3-2 ooHapy-
KWJIM CYIIECTBEHHbIE U3MEHEHUS (DU3MOJIOTUISCKIX
rokasaTeJjieil, BKIIIo4asi IMTMEHTAIINIO 1 II0Ka3aTeaIn
dayopecueHuuu (tada. 1). B yactHoCcTH, pacTeHUs
XapaKTepu30BaJUCh MPUMEPHO B JECSITh pa3 CHU-
XKEHHBIM CoAepKaHUEM XJIOpO(GWIJIOB U B IISITh C
JIMIITHAM pa3 MEHBIIMM KOJMYECTBOM KapOTHHOU-
JIOB TI0 CPaBHEHUIO C OUKWM TUIIOM. YMEHBIICHUE
KOJIMYECTBA XJIOPO(pULIa IIOTHOCTHIO KOPPEJIMPOBa-
JIo ¢ mokazateassMu 0a3oBoii diyopecueHuuu (F),
YTO, BEPOSITHO, TOBOPUT O MEHBIIIEM KOJIMYECTBE pe-
aKIIMOHHBIX HeHTPoB. OMHAKO pacyeTHbIC OKa3aTe-
JI1 TOTEHIMAJILHOIO MaKCHUMAaJIbHOIO KBaHTOBOIO
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Bbixona (F,/F,,), kBaHntoBoro Bbixoaa Ha ceety (Y(II))
n Hedoroxummdeckoro tymeHus:s (NPQ), xapakre-
pusytonue 3¢pGeKTUBHOCTh (hotocuctemsl 11, ObLIM
JIMIIIb HE3HAYUTEJIbHO HUXE, YeM Y JMKOIro THUIIA.
BT0, MO-BUIUMOMY, CBUAETEIbCTBYET O COXpPaHEHUU
1 OTHOCUTEJIbHO HOPMaJIbHOM (DYHKILIMOHUPOBAHUU
BCEX DJIEMEHTOB (DOTOCUCTEMBI.

B ortnuuue ot sca3-2, y rpotmp-2 myrtaHTa, Oe-
dexTHoro 1o reny RPOTm, Tpanckpuntbl RPOTmp
MOJIHOCTBIO OTCYTCTBOBAJIU. DTOT MYTAHT TakKe Xa-
paKTepr30BasIcs 3aMeJJIEHHBIM pPa3BUTUEM, OCOOEH-
HO 3aMETHBIM Y IOBEHWJIbHBIX ITPOPOCTKOB, OTHAKO
0 coAepKaHUIO XJIOpoduUIia U MoKa3aTesiM aKTUB-
HOCTU (POTOCHMHTETUUECKOIO arinapara B3pOCJbIX
JIUCTbEB HE OTIMYAJICS OT PAaCTeHUM NUKOTO TUIla
VUIA JaXKe HECKOJILKO IIpeBocxomuI ux (Tadir. 1). Mbl
Tak>kKe He OOHAPYKUIIU KaKUX-JTM0O0 pa3Iniuii B conep-
>KaHWU O€JIKOB OCHOBHBIX KOMILJIEKCOB (POTOCUHTETH-
yeCcKMX MeMOpaH y rpotmp-2 myTaHTa (puc. 1).

st monrBepxneHus1 3(EOEKTUBHOCTU TOPMO-
HaJbHOW OOPabOTKMU aHAJU3UPOBAIM HAKOILIEHUE
TpaHckpunToB reHoB ARRS (Response Regulator 5) u
RD294 (Responsive-to-Dehydration 29A), ucnonb-
3yeMbIX B KaueCTBE MapKepoB AEUCTBUS LIUTOKMHUHA
n ABK, cooTBeTcTBeHHO. O0a reHa aKTUBUPOBAINCH
TOPMOHaMU y BCEX UCCIIEIOBAaHHBIX 00pa3loB, IpUYEM
MYTaHT scabra3-2 oka3ajcsi 0co00 BOCIIPUMMYMBBIM K
nevicteuio ABK (ta6i. 2, Supplementary Table S2). He-
JIaBHO O TUMMEPYYBCTBUTEJILHOCTU 3TOTO MyTaHTa K
ABK mpu mpopactaHuu cemMsH U (HOPMUPOBAHUU
npopocTtkoB coobmann Lidén-Soto ¢ coast. [11].
YToOBI OLIECHUTh MPUYUHBI MOBBIIIEHHONW UYyBCTBU-
TEJIbHOCTU 3TOM MyTaHTHOM JuHuU K ABK, MbI uc-
CJIeIOBaJIM BJIMSIHME 9K30T€HHOI0 TOPMOHA Ha 9KC-
MPECCUI0 HEKOTOPBIX TEHOB MeTabo13Ma 1 nepeaa-
yn curHajga ABK. VYV sca3-2 oxkaszamach CHMXeHaA
0Oa3oBas dKCIIpeccHus TeHOB Iyt omocuHTe3a ABK
ABAIwn ABA2, onHaxo 10 peaklM1 3TUX TeHOB Ha 3K-
3oreHHy10 ABK MyTaHT He oT/iMyajcsl OT pacTeHUM
nukoro tuna (ta6iu. 2). Cpeau reHoOB ey nepeaadyu
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Col-0  sca3-2 rpotmp-2

(@)

1 2 31 2 3 1 2 3

RbcL L —
PsbD P ——— prp——
Lhcb2 P ———
AtpB —— e - —— - - —— -—
(6)
Ponceau S —_—-— — - e -

Puc. 1. YpoBHM XJIOPOIJIACTHBIX OEJIKOB Y TPEeXHEOEIb-
HbIX pacteHuit nuKoro tuna (Columbia-0) 1 MyTaHTOB 1O
reHam RPOTp (sca3-2) u RPOTmp (rpotmp-2) (a). Pacre-
Hus oopabareiBaiu ABK (50 MkM) unu mpanc-3eaTuHom
(5 MkM) B TeueHue 24 4. bejaku TOTaJIbLHOIO KCTpaKTa
AHAJIM3UPOBAJIM METOAOM BECTEPH-OJOTTUHTIA, UCITOJb-
3ya creunpuueckne antutena kK Rbcl, AtpB, PsbD u
Lhcb2. OnunakoBast 3arpy3ka TpekoB (20 MKT) npoBepsi-
nack okpaiuBaHueM Ponceau S (6). 1 — 6e3 06paboTKH,
2 — obpaboTka mpaHc-3eatuHoMm, 3 — oopaboTka ABK.

curHana AbK — ABI1, ABI2 v HABI, akTuBUpyeMBIX
ABK [12, 13], y sca3-2 oTMedeH MOBBIIIEHHBI 0a30-
BbIli ypoBeHb 3Kcnpeccuu HABI, omHakKo ypoBHU
WHIYKIIMWA 3TUX T€HOB TOPMOHOM IPAaKTUYECKU HE
pasnIUYaInCh, KaK U YPOBHU KPaTHOTO IMOIaBIEHUS
TPaHCKpUNTOB I'eHOB peuenTtopoB ABK — PYRI n
PYLS5 (tadn. 2). Takum o6pa3om, MHAKTUBAlIMs TeHa
RPOTp criocobcTBOBAIa U3MEHEHMIO 0A30BBIX YPOB-
Hell HEKOTOPbIX TeHOB MeTaboiM3Ma U CUTHAJIMHTa
ABK wu, Kak ciieicTBU€E, MOIJIa YCUJIMBATh PeaKIUIO
reHoB oTBeta Ha ABK, HO He mpuBomMIa K cymie-
CTBEHHOMY U3MEHEHMIO 3KCIPECCUM T'€HOB CHUTHa-
JIMHTa B OTBET HAa 00paboTKy 3k30reHHO ABK.

Tparc-3eaTUH He OKa3bIBaJI 3HAUMMOTO BIIMSTHUSI
Ha 3Kcrpeccuio TeHoB peuenropoB LUK AHK2 n
AHK3 u perynsitopoB orBeta Tunia B — ARRI, ARRI0
u ARRI12, HO pe3Ko MHAYLUPOBaJ SKCIIPECCUIO TeHa
peuentopa AHK4 u LIK-perynupyemoro mpamnc-dak-
Topa GNL y Bcex UccilefoOBaHHBIX 00pa31oB (Tabu. 2,
Supplementary Table S2). IIpu aTom myTaHT sca3-2
OTJIMYaJICS TMOHUXEHHON MO CPaBHEHUIO C JUKUM
tunom [[K-akTuBupyemoii 3Kcrmpeccueidi TreHOB
AHK4wn GNL, xak u mapkepHoro reHa ARRS (Tab. 2).
CHUMXXEeHHas! MHIYKIMS TpeX MOCAEAHUX T€HOB, BO3-
MOXHO, TaKXe Obljla CJIeACTBUEM U3MEHEHHOTO TOp-
MOHAQJILHOTO CTaTyca 3TOro MytaHTta. JlelicTBUTEb-
HO, sca3-2 oOHapy>XWJI YBEJIMUEHHbBII BTPOE YPOBEHbD
0a3oBoil 3Kcnpeccun reHoB cuHTe3a LUK /P73 m
IPT5 n rena karaboamu3ma ropmoHa CKX5. I1pu aTtom
YPOBEHb 0a30BOI SKCIPECCUU BTOPOTO U3 UCCIEI0-
BaHHBIX TEHOB IMTOKMHUHOKcUAa3bl CKX3 He oTiiu-

yaJicsl OT TOoKa3aTeneil pacTeHUit qukoro tumna. Ta-
KM 00pa3oM, U3MEeHEHHasl 4YyBCTBUTEIbHOCTh MY-
TaHTa sca3-2 MoTJIa OBITh CJICACTBUEM MOBBIIIICHHOTO
coaepxanusd sHHoreHHbIx LIK. 3ametMm, 9Tto y My-
TaHTa rpotmp-2 Takxke HaOJII0JAJIOCh YBEJIMYEHHOE
HakoruieHue Matpull /P13, IPTS n CKX5, XoTs 1 He
CTOJIb CYIIECTBEHHOE Kak y sca3-2 (Supplementary
Table S2).

Hughgpepenyuposannoe sozdeiicmeue L[K u ABK
HQ IKCnpeccuro nAACMUOHbIX 2eHO8 Il 2eHO8 annapamad
MPAHCKPURLUU MYMAHMOS FPOIMp U rpotp

I1pu obpaboTke mparnc-3eatnHoM U ABK oTBeThI
paCTEHU TUKOTO TUMA U MyTaHTa rpotmp-2 IpaKkTh-
YecKr He pazinyaguch. LIUTOKMHUH aKTUBUPOBAJ
HaKoOIUIEeHUWEe TPaHCKPUINTOB ITeHOB amrapaTta TpaH-
ckpunuuu xjoporuiactoB RPOTp, RPOTm, SIG2,
SIG6 u CKA4 B 2—4 pa3a 1o CpaBHEHUIO C UCXOJIHbI-
MM 3HAYECHMSIMM, a Takxke reHoB PEP-accommmpo-
BaHHBIX 0e1K0oB (PAP1—12), Torna kak ABK auiis B
c/1aboil cTereHu MoaaBJisijia UX 3KCIIPECCUIO WU He
OKasbIBajia JOCTOBEPHOTO Bo3aeiicTBUs (Supplemen-
tary Table S3). I1pu atom ABK crumynpoBasia HakoII-
nenrie MPHK rena S/G5'y oboux oopasuoB. [TogooHast
peakiMsl He ciaydaitHa. B ycioBusix cTpecca M MOBbI-
meHHoro ypoBHs ABK atot mpanc-dakTop B KOM-
miekce ¢ PEP obecrnieunBaeT TpaHCKPUMIIWIO psiaa
XJIOPOIUIACTHBIX TEHOB C ITpoMOTOpOB TuNa BLRP Ha
¢doHe nomaBieHUs1 IKCIIPECCUM OCHOBHOI YacTH Te-
HOB I1acToMma [14].

Heckonbko MHasi KapTUHaA Obla MoJy4YeHa Tpu
ananuse L1 K-3aBrucumoii akcnpeccruu reHoB anrmnapa-
Ta TPAaHCKPUNILUKU y MyTaHTa scabra3-2. 11K npakTu-
YeCKU He PEeryJupoBajl HAKOIJIEeHUE TPaHCKPUIITOB
¢parmenra rena RPOTp u renoB PAP2 n CKA4, u B
HE3HAYMTEJbHON CTEeNeHU aKTUBUPOBAJI HaKOILIe-
HUE TPAHCKPUIITOB JPYIMX I€HOB alrapara TpaH-
ckpunuu (taba. 3). DTu pe3yabTaTbl CBUIOETEIb-
CTBYIOT O CHM:KEHUU akKTuBHUpytomero a¢gdexra K.
Bwmecte ¢ Tem peakuus Ha neiicteue AbK y mytaHTa
sca3-2, HaNIpOTUB, ObLIa BbIpaXKEeHA CUJIbHEe: Moce
TPEeX 4acoB BO3/IE€HCTBUSI TOPMOHA 3Kcpeccus 60Jib-
IIMHCTBAa UCCJIEIOBAaHHBIX TEHOB OKasajlach IMOJIaB-
JieHa B 2—3 pa3za 110 CpaBHEHUIO C UCXOJHBIMU YPOB-
HaMu. TaknM o0pa3oM, TeHeTUIeCcKast cpelia OKa3bI-
Bajla HEMOCPEJACTBEHHOE BJIMSIHME Ha XapakTep U
BEJIMUYMHY TTO3UTUBHOTO WJIU HEeraTuBHOro a3ddekra
TOPMOHOB Ha 3KCIPECCUI0 T€HOB allapara TpaH-
CKPUITLIMHU TUIACTUI.

OTO, B CBOIO OYEPEND, NIPEANOIAraeT BO3MOXHOE
U3MEHEeHUE BKCIIpeccuu, To KpaliHeil Mepe, IBYX
KJIACCOB IF'€HOB, KOIMPYEMBbIX TJIACTUIHBIM TEHOMOM:
kiacca I (NEP u PEP-3aBucumbie reHbl) U Kjacca
I1I (NEP-tpanckpubupyemMbie reHbl). lelicTBUTEIb-
Ho, reHkl rpoB (xiacc 111), atpB u clpP (xnacc 1I) He
aKTUBUPOBAJIUCh MPaHC-3€aTUHOM Y sca3-2, B OTJIV-
yuye OT JIMHUM Fpotmp WIW PaCTeHUI TUKOro THIIA,
Tle mpaHc-3€aTUH CTUMYJUPOBAJ MOBBIIIIEHHOE CO-
®UBNOJIOTUS PACTEHUN Ne 2
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Taommma 2. Mi3aMeHeH1e 5KCIIpecCuy TeHOB CUTHAJIMHTA 1 MeTaboim3Ma HIMTOKMHUHOB U ABK y TpexHeneIbHBIX pacTe-
Huit nukoro tuma (Columbia-0) 1 UHCEPIIMOHHOTO HOKayT-MyTaHTa 1o reHy RPOTp (sca3-2). OnbITHBIE pacTeHUsI 00-
pat6ateBaii ABK (50 MKM) 1 mpanc-3eaturom (5 MkM) B TedeHUe 3 4

['eHoTUT ¥ BUI 060paboOTKA
Fenbr UKWt TATI 6e3 IUKUI TUTT VKU TUTT sca3-26e3 sca3-2 sca3-2
00paboTKMU mpamnc-3eaTuH ABK 00paboTKu mpauc-3eaTuH ABK
RD29 1.000 + 0.055* | 0.363 £0.014° | 3.605 % 0.174° | 2.540 +0.363¢ | 0.632 +0.025° | 14.610 % 0.125°
ABAI 1.000 £ 0.036% | 0.793 £0.017° | 2.332£0.078° | 0.601 £ 0.043% | 0.476 £ 0.056° | 1.866 * 0.105¢
ABA2 1.000 +0.079* | 1.197 +0.087* | 0.599 +0.033" | 0.541 £0.032° | 0.755+0.054¢ | 0.414 £ 0.024°
CYP707al | 1.000 +0.064* | 0.750 +0.047° | 0.862 +0.031°> | 0.873 +£0.030° | 0.730 = 0.059° | 0.745 + 0.059°
ABI1 1.000 = 0.069* | 0.572 +0.036° | 4.433 £0.338° | 1.294 £ 0.090* | 0.589 +0.048> | 3.149 + 0.437¢
ABI2 1.000 £ 0.074* | 0.777 £0.102° | 6.357 £0.363° | 1.283 £0.088* | 0.815+0.111* | 6.774 + 0.687¢
HABI 1.000 £ 0.106* | 0.642+0.077° | 8.074 £ 1.188¢ | 2.266 + 0.208¢ | 1.227 £0.124* | 9.221 +0.760°
PYRI 1.000 + 0.070* | 1.945 £ 0.206° | 0.769 + 0.060¢ | 1.447 +0.103° | 1.400 £ 0.123° | 0.402 + 0.033¢
PYLS 1.000 +0.089* | 1.877 £0.213° | 0.141 £0.012¢ | 1.210 £ 0.148* | 1.486 +0.149® | 0.200 £ 0.015¢
ARRS5 1.000 £ 0.090* | 55.010 % 5.226" | 0.620 = 0.042° | 2.505 +0.205¢ | 14.070 £ 1.870° | 1.625 % 0.126f
ARRI 1.000 + 0.069%°¢| 0.853 +0.049° | 1.270 +0.078¢ | 0.745+0.041° | 0.451 £0.049¢ | 0.476 + 0.024¢
ARRI0 1.000 + 0.066° | 1.419 +0.132® | 1.418 +0.085> | 1.161 +0.085%® | 1.094 +0.086° | 0.777 + 0.054?
ARRI2 1.000 £+ 0.069% | 1.569 +0.077° | 1.275+0.048* | 0.832+0.047° | 0.853 +0.067° | 0.486 + 0.028¢
AHK2 1.000 = 0.118% | 2.063 £ 0.174° | 1.569 +0.170° | 1.385 +0.122%¢ | 0.986 + 0.083% | 0.534 + 0.045¢
AHK3 1.000 £ 0.133* | 0.956 £ 0.092* | 1.855+0.218° | 1.636 £0.159° | 1.371 £0.136® | 1.347 £0.128%
AHK4 1.000 + 0.113%¢ | 10.540 + 1.081° | 0.678 £0.075¢ | 1.439 £0.213* | 5.850 +0.513¢ | 0.898 + 0.104¢
GNL 1.000 +0.079% | 11.790 + 1.232° | 0.900 +0.091* | 1.553 £ 0.112° | 6.336 + 0.448¢ | 0.449 + 0.035°
IPT3 1.000 +0.065* | 1.753 £0.133° | 1.668 +0.099° | 3.972 +0.266° | 2.532 +0.158¢ | 1.141 +0.0542
IPT5 1.000 £ 0.139* | 1.1I89 £ 0.117* | 1.763 £0.176° | 3.117 £0.253¢ | 1.753 £0.199° | 2.612 +0.220¢
CKX3 1.000 + 0.055% | 5.075+£0.439° | 0.430 £ 0.038¢ | 1.097 = 0.082% | 10.690 % 0.588¢| 0.510 £ 0.031¢
CKX5 1.000 + 0.062% | 4.449 +0.381° | 1.052 £ 0.067* | 4.526 +0.342° | 5.401 +0.404° | 2.040 + 0.098¢

IMpumeuyanue. 3Ha4eHUSI HOPMUPOBAHBI OTHOCUTEIFHO KOHTPOJIST (MKW TUTT 6€3 00paboTKu ropMoHaMu). JlaHHbBIe TaOJIUIIBI TTPE-
CTaBJISIIOT CO0OM cpeHue 3HaYeHUs1 T ctaHaapTHble olrOKY (# 2> 3). PazHble OyKBbl 0003HAYAIOT CTATUCTUYECKU 3HAYUMBIE pa3in-

yus nipu P < 0.05 (ANOVA ¢ nocienyoimmuM TectoM ThoKu).

Jiep>KaHue TPaHCKPUIITOB 3TUX TeHOB (Tabu. 4, Sup-
plementary Table S4). Takum oOpa3om, OTCYTICTBUE
aktuBupytoiiero acpdexra LIK Ha akcrpeccuio reHOB
anrapara TPaHCKPUIILY KOPPEJIMPOBAIO y TOIO My-
TaHTa C COXpaHEHHEM 0a30BOro YPOBHS TPAHCKPUII-
ToB NEP-3aBucuUMBIX TeHOB miactoma. KojgnmdyecTtBo
matpull PEP-3aBucumoro rena psbD (knacc 1) Takke
JIOCTOBEpHO He peryiuponajiochk LIK, B otinuune ot
MyTaHTa rpotmp-2 WIN pacTeHUIl TUKOIO THIIA, IJe
9KCIpPECCUst 3TOr0 I'eHa aKTMBUPOBajach IOA Neii-
ctBueM ropmoHa. ABK He oka3biBajia 3HAYMMOTO
BO3AEMCTBUS HA DKCIIPECCHUIO T'eHOB IIACTOMA y pac-
TeHUI IMKOTO TUTIA U MyTaHTa rpotmp-2 TIPU UCTIOJb-
30BaHHOM 3KCIIEpUMEHTAJIBHOI CUCTEME, HO II0IaB-
JIslJIa HAKOILUIEHME TPAaHCKPUIITOB IUIACTUAHBIX TEHOB
y sca3-2. W13 TIoly4eHHBIX JaHHBIX CJIEAYyeT, YTO MO-
BBIIIIEHHAsT 9yBCTBUTENIBbHOCThE K ABK, mponemon-
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CTpUpoBaHHas y sca3-2 MapkepHbiM ABK-nHmyrim-
pyeMbIM TeHoM (RD29a), pacnipocTpaHsieTcsl, B TOM
YHCIIe, M Ha SKCIPECCHUIO TEeHOB TIIacToOMa.

Bausnue IIK u ABK na nocmmpauckpunyuoHHbLil
YDPOBeHb pe2yAsyuU IKCNpeccuu XA0poniacmubix
eenos y mymanmoe NEP

ITocTTpaHCKPUIIIIMOHHBIN  YPOBEHb  PETYJISLIMU
UMeEeT MPUHLUMIIMAIbHOE 3HAYEHUE JJIs1 DKCIPECCUU
TUTACTUIHBIX TeHOB. Kak Mbl paHee nmokas3aiu, HaKoIl-
JICHWE MaTPULL T€HOB IUIACTOMAa HE BCEraa KOppeaupy-
€T C YPOBHEM KOIUPYEMBIX MU XJIOPOILIACTHBIX O€-
KoB [3]. B 2T0ii CBsI3u WIs1 BBISIBIEHUSI MEXaHU3MOB
peanu3aliuyd TreHeTu4YecKoit MHGpopMalluM B XJIOPO-
riactax OOJIbIIOKM WMHTEpEC IPEACTaBIsSeT OlieHKa
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Ta6auna 3. I3aMeHeHre 3KCIIpeccry TeHOB arrapaTta TpPaHCKPUITIUY Y TPEXHEeIeIbHbIX pacTeHuit aukoro tumna (Colum-
bia-0) 1 *HCEPLIMOHHOIO HOKayT-MyTaHTa 1o reHy RPOTp (sca3-2). OnbiTHBIE pacTeHust oopabarsiBain ABK (50 MkM)
u mpauc-3eaTnHoM (5 MKM) B TeueHue 3 4

T'enotun u Bua o6paboTKMU
Fenb UKW TAIT MUKW TAT IUKU TUIT sca3-26e3 sca3-2 sca3-2
0e3 00paboTKu | mpaHc-3eaTuH ABK 00paboTKu mpaHc-3eaTuH ABK
RPOTp | 1.000 £0.050* | 3.972+0.197° | 0.686 +0.078° | 1.464 £ 0.1119 | 1.580 £ 0.0739 | 0.714 £ 0.098¢
RPOTm | 1.000 +0.066* | 2.639 +0.186° | 0.695+0.052¢ | 1.102 +0.062* | 1.834 +0.279° | 0.480 + 0.035¢
RPOTmp | 1.000 £ 0.071* | 3.630 £0.204> | 0.486 +0.035¢ | 0.611 £0.110° | 1.410 £ 0.086¢ | 0.254 +0.019¢
CKA4 1.000 £ 0.114* | 2.723 £0.260° | 1.193 £0.125* | 1.357 £ 0.124* | 1.474 £0.144° | 0.661 % 0.080¢
S1G2 1.000 = 0.077% | 2.704 £ 0.205° | 0.976 +0.087* | 1.113+0.085* | 1.490 +0.127° | 0.523 +0.0319
S1G5 1.000 £ 0.079% | 2.523 £0.164° | 2.761 £0.245° | 2.151 £0.124° | 1.516 £0.117¢ | 2.387 +0.149>¢
S1G6 1.000 +0.088* | 2.938 £0.193° | 0.818 £0.075% | 0.898 +0.059% | 1.451 £0.121° | 0.342 +0.030¢
PAPI 1.000 £ 0.075* | 2.354 +£0.152® | 1.017 £0.086* | 1.214 +0.039 | 1.586 £0.097¢ | 0.478 % 0.036¢
PAP2 1.000 +0.047¢ | 2.308 £0.231° | 1.113 +0.085® | 1.333£0.111* | 1.454 +0.091° | 0.509 + 0.043¢
PAP3 1.000 = 0.066* | 2.063 +0.180° | 0.708 +£0.059¢ | 1.025+0.089% | 1.790 £ 0.092® | 0.258 +0.032¢
PAP4 1.000 +0.053% | 2.136 £0.159° | 0.758 +0.044° | 1.202 +0.086* | 1.647 +0.064¢ | 0.371 +0.041°
PAPS 1.000 = 0.070* | 3.010 £ 0.241> | 0.681 £0.063¢ | 0.968 £ 0.073* | 2.346 +0.223* | 0.293 + 0.030¢
PAP6 1.000 +0.099% | 3.387 +0.286° | 0.742 +0.063° | 0.883 £0.055% | 2.158 +£0.187¢ | 0.419 + 0.028°
PAP7 1.000 = 0.074* | 1.905+0.164° | 0.853 +0.083* | 0.963 £0.101* | 1.602 +0.090" | 0.313 +0.033¢
PAPS 1.000 = 0.059% | 2.848 £ 0.286° | 0.768 +0.057¢ | 0.821 +0.065% | 1.548 £0.077¢ | 0.371 +0.019°
PAP9 1.000 £+ 0.085* | 2.063 +0.149® | 1.202 +0.081* | 1.338 £0.098% | 2.465+0.383" | 1.253 +0.088?
PAPIO | 1.000 £ 0.106* | 2.099 £ 0.150° | 0.678 £0.062¢ | 0.683 +0.035° | 1.371 £0.092* | 0.236 % 0.019¢
PAPII 1.000 £+ 0.064% | 2.815+0.146° | 0.646 +0.054° | 0.954 +0.049% | 1.442+0.116 | 0.316 +0.019°
PAPI2 | 1.000 £ 0.073% | 2.526 £0.177° | 0.809 +0.059¢ | 1.008 % 0.050* | 1.226 +0.094* | 0.469 % 0.028¢

ITpumevyanue. 3HaYeHUSI HOPMUPOBAHBI OTHOCUTEILHO KOHTPOJIs (IMKUii TUIT 6e3 00paboTKU ropMoHaMH ). JlaHHbIE TTPEACTABIISIIOT
co0o0it cpegHue 3HaYeHUST + cTaHIApTHBIE OIIMOKM (7 = 3). BykBbl 0003HAYAIOT CTATUCTUYECKM 3HAaUYMMBbIe pasnuaus rmpu P < 0.05
(ANOVA ¢ nocnenyioium tectoM Thloku).

Taoauuna 4. VMiaMeHeHUe dKCIIPECCUM XJIOPOIUIACTHBIX T€HOB U TeHa sinepHoro konupoBaHusi LHCB2 y TpexHeneabHbIX
pactenmii qukoro tuiia (Columbia-0) m mHCepIIMOHHOIO HOKayT-MyTaHTa 1o reHy RPOTp (sca3-2). OObITHBIC pacTCHUS
oo6padarbiBasii ABK (50 MKM) u mpanc-3eatuHom (5 MKkM) B TeueHue 3 4

T'enoTum u Bug o6paboTKM

Feuvl | nyxuit tun 6e3 UKW THTT UKW THTT sca3-2 sca3-2 sca3-2

00paboTKM mpanc-3eaTuH ABK 6e3 00paboTKU | mpanc-3eaTUH ABK
rpoB 1.000 + 0.1012 1.859 + 0.182° 1.141 £+ 0.100? 0.862 = 0.067* | 0.853 £0.061* | 0.440 £0.038°¢
rbcL 1.000 + 0.048% | 1.501 £0.072® | 0.877 £0.057%° | 0.886 £ 0.028% | 1.575 +0.069° | 0.690 £ 0.125¢
psbD 1.000 £ 0.083? 1.511 £0.131° 1.110 + 0.119% 0.523 £0.076° | 0.595 £0.045° | 0.468 +0.047°¢
atpB 1.000 £ 0.043% | 1.414 £0.108° 1.137 £ 0.078* 0.663 +0.023° | 0.631 +0.031° | 0.390 +0.014¢
clpP 1.000 + 0.060° | 1.892 +0.119° 1.338 £0.092°¢ | 0.812+0.053¢ | 0.772 +0.032¢ | 0.440 +0.031°
LHCB2 | 1.000 + 0.0572 1.303 +0.088%° | 1.604 £ 0.115° 0.324 +0.023° | 0.208 = 0.013°¢ | 0.139 £ 0.010¢

ITpumeuanue. 3HaueHUsST HOPMUPOBAHbBI OTHOCUTEIBHO KOHTPOJIS (IMKUI TUI Oe3 00pabOTKM TopMOHaMu). JlaHHBIEe TIPEICTaBISIIOT
co0oii cpemHue 3HaUeHUS + cTaHIapTHBIE OMUOKY (7 > 3). BykBbI 0003HAYAIOT CTAaTUCTUYECKU 3HAUMMBbIe paznmuaus rmpu P < 0.05
(ANOVA ¢ nocnenyioium tectoM Thloku).
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Puc. 2. MI3MeHeHUEe 3KCIPECCUU T€HOB IJIACTUIIHOTO KOAVMPOBAHMS M TeHa simepHoro KonupoBaHus (LHCB2) y TpexHenenb-
HBIX pacTteHuii nukoro tuia (Columbia-0) u mytantoB o reHaM RPOTp (sca3-2) u RPOTmp (rpotmp-2). ONIBITHBIE pACTCHUSI
ob6pabateiBaiu ABK (50 MkM) u mpanc-3eatuaom (5 MKM) B TeueHnme 24 4. O003HaYeHME BAPUAHTOB OMNbITA. | — MUKW TUTT
6e3 06paboTKM; 2 — MUKUIA TUTI, 00paOOTaHHBIN Mmpaxc-3eaTUHOM; 3 — MUKW TUII, 06padbotaHHbIil ABK; 4 — sca3-2 6e3 obpa-
0OTKM; 5 — sca3-2, 06paboTaHHBII mparc-3eaTuH; 6 — sca3-2, oopaboraHHblii ABK; 7 — rpotmp-2 6e3 06pabotku; 8 — rpotmp-2,
00paboTaHHbII mpanc-3eaTuH; 9 — rpotmp-2, oopadotanHbiii ABK. 3HaueHusT HOpMUPOBAaHBI OTHOCUTEILHO KOHTPOJIS (AU~
Kuit TUI 6e3 06paboTKM ropMoHaMu). JlaHHbIE MPEACTABISIIOT CO00I CpeqHMe 3HaUeHUs T cTaHIapTHbIe OIIMOKHM (7 = 3). Byk-
BbI 0003HAYAIOT CTATUCTUYECKU 3HaYMMbIe pasauuust pu P < 0.05 (ANOVA ¢ nocieayoimm TecToM ThioKH).

0OCOOEHHOCTEl BJIMSIHUSI TOPMOHOB Ha CoIepKaHue
TUTACTUIHBIX OCITKOB.

CornacHo pe3yjbraTaM BecTepH-aHajMW3a, y JIU-
HUil Arabidopsis ¢ myrantHeIMU reHamu RPOTp u
RPOTmp ypoBHM XJIOPOIUIACTHBIX OEJIKOB MpPH TOpP-
MOHAaJIBHOM 00paboOTKe JIMIITh YACTUYHO KOPPETNUPO-
BaJId C HAKOIUIEHUEM MaTpul], KOAMPYIOIIUX UX Ie-
HOB. Y MyTaHTa rpotmp-2 HaKOIlJIEHUE OeJIKOB MpaK-
TUYECKW HE WHAYLIUPOBAIOCH MPAHC-3€aTUHOM, a Y
JIMHWUU Sca3-2 coaepkaHue OSJIKOB He CHMXKAJIOCh B
otBeT Ha Bo3aeiictBue ABK mmu LK (puc. 1, puc. 2).
BMmecTe ¢ TeM y pacTeHUiT TMKOTO TUITA MOIYJISILIMU B
coliep>KaHUU OEJIKOB COOTBETCTBOBAJINM TOPMOH-3a-
BUCUMOMY OTBETY, HabmomaemMomMy Ha ypoBHe PHK,
TO ecTh B ripucytcTBun 11K pukcupoBanocs HEKOTO-
poe TOBBHIIIEHWE B HAKOIUIEHMM XJIOPOILJIACTHBIX
oenkoB PsbD, AtpB 1 Lhcb 2, a mpu oopadotke ABK
COXPaHSIJINCh KOHTPOJIbHBIC ypoBHU. OYeBUIHO, CO-
JIepXaHue TPAaHCKPUIITOB BPsi JIM MOXHO paccMaT-
pUBaTh KaK eAMHCTBEHHBIIT (DAKTOP, OIIPEACISIONINIA
CKOPOCTb CHHTE3a 1 pacliafa XJIOpPOILIACTHHIX Oell-
koB y MyraHTOoB NEP B oTBeT Ha neiicTBHe 5K30TeH-
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HBIX TOpMOHOB. CleayeT, ofHaKO, OTMETUTh, UTO B
KOJIMYECTBEHHOM OTHOIIEHHUU COMAEpXKaHUE XJIOPO-
TIJTACTHBIX OCJIKOB y JWHUU Sca3-2 CyIIeCTBEHHO
YCTYIIaJIO UX COIEPXKAHMIO Y pACTCHUI JUKOro TUIIA
VIV MYTaHTAa Fpotmp, 9TO KOPPETUPOBAIO C HAKOILIE -
HHUEM MaTpUIIL U MoKa3aTeJIsIMU (pIyopecleHIIVN.

OBCYXJIEHHE

Kak mokazanm pe3ynbTaThl MCCICIOBAHUS, U3MeE-
HeHue sKkcrnpeccun reHoB NEP mnion neiictBueM rop-
MOHOB TpaHC(OPMUPYETCSI B aKTUBALIMIO WJIH II01aB-
JIEHUE dKCcIpeccrun (GOTOCMHTETUYECCKUX TCHOB SIIep-
HOT'O WU TJIACTOMHOIO KOJIMPOBaHUSI, 00ecIieyrBasl,
TaK1M 00pa3oM, peTyJIsIuio (pyHKIIUIT XJIOPOILIACTOB
3a CYET MEXaHM3MOB aHTEePOrpPagHOro CUTHAJIHMHTA.
BwMmecte ¢ TeM nucyHKIMS MJIaCTU, CBSI3aHHAS C MO~
BpexaeHreM NEP, MoxXeT MHMLIMMpOBaTh OOpaTHBIIA
TTOTOK MH(MOPMAIINN OT XJIOPOIIJIACTOB K SIIPY U BBI-
3BaTh KOMIIEHCATOPHOE M3MEHEHHE 3KCIIPECCUU Ie-
HOB amrapaTa TPaHCKPUIIIUM 1 TepedopMaTupoBa-
HHe padOTHl KOMIIOHESHTOB TOPMOHATBHOM CUCTEMBI.
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CorytacHO ITOJIyYeHHBIM HaMU JaHHBIM MHAKTUBa-
st reHoB IuiactTunHbeix PHK-monumepas simepHoro
KOOMPOBaHMUSI M3MEHSIA IpoGMIM TOPMOH-3aBUCH-
MO 3KCHpEeCCUM TE€HOB TPAHCKPUIIIIMOHHOTO KOM-
IUIeKCca IIaCTU/ M Te€HOB IUIACTUAHOTO KOAWPOBAHMSI.
HauGombire oTKIOHEHUS 10 CTENEeH! U chelupuy-
HOCTH PETYISILIMY OBUIN BBISIBJIICHBI IS JIMHWA sca3-2.
Peaxiiust MyTaHTa rpotmp-2 Ha TOPMOHBI, KaK IpaBu-
JIO, HEe OTJIMYAJIaCh OT OTBETA paCTEHUIT TUKOTO TUIIA.
I1pu 5TOM coCTaB M BCTpe4aeMOCTb IPEAIOIaraeMbIX
uuc-snemeHToB, cBa3biBaromx ABK u LIK-perynm-
pyeMeblie mparc-GaKTophl B IPOMOTOPaX 0OOMX TEHOB
M OTBEYAIOIIMX 3a MHAYLUOEIbHOCTh T'OPMOHAMU,
BapbUMPOBAIM HE3HAYUTEIBHO. DTU Pe3yJbTaThl CO-
OTBETCTBYIOT MPEICTAaBICHUIO O TJIaBEHCTBYIOLIEIA
pomn RPOTp mpm paspemeHum (GyHKOUA MeXIy
RPOTp u RPOTmp B mimactumax.

M3BecTHO, UTO Ha CTaAuM 3aMavyvMBaHUSl CEMSIH
RPOTmp cnocobHa TpaHCKpuOMpoBaTh oriepoH rRNA
¢ PC-npomotopa, a Takxe ¢ psiga Ipyrux IiacTUAHbBIX
npoMoTopoB [15—17], omHaKo O Mepe IpopacTaHus
OCHOBHas1 (byHKIMSI 3TOro pepMeHTa CMEIIlaeTcsl B
mutoxoHapuu. [1o maenuto TapaceHKo ¢ coaBT. [18],
RPOTmp y Arabidopsis nrpaet 0ojiee BaskKHYIO POJb
HEe B XJIOpOIJIacTaX, a B MUTOXOHAPUSIX, TAE 3TOT
¢depMeHT HEeOoOXoaUM IJISI SKCIPECCUU psiia TeHOB,
KOIVPYIOMINX CyOheIMHUIEI KOMIUIEKCOB | m IV 1mbI-
XaTeJIbHOM 1enu (nado6, cox 1, cob v nad3). UHTepecHo,
YTO COTJIACHO TaHHBIM TPAHCKPUTILIMOHHOTO aHaIn3a,
MpUBEACHHBIM Ha caiite http://bar.utoronto.ca/efp/
cgi-bin/efpWeb.cgi, ypoBeHb MaTpUll MUTOXOHAPU-
aJIbHBIX TeHOB, TpaHCcKpuoOupyembelx RPOTmp, mo-
CTOBEPHO HE M3MEHsIcS B oTBeT Ha neiictBue LK
i ABK. AHajlornuHbIiA pe3yabTaT ObLT HAMU TOJTy-
yeH 111 TpaHcKkpuorpyemoro RPOTmp rena cox 1. Co-
[JIACHO JIMTEPATyPHBIM JAHHBIM, MUTOXOHAPUATHHBIM
rnojumepaszam s 3PGEeKTUBHON TpaHCKPUMILIAU
in vivo HEOOXOIMMbI TOMOJHUTENbHbIE mpaHc-dak-
TOPbI, CMIOCOOHBIE CTAOMIM3UPOBATH TPOMOTOPHBIE
KOMIIJIEKCHl WJIM CITOCOOCTBOBATH BHICBOOOXKIECHUIO
depmenTa 1o okoHYaHuu cuaTe3a PHK [19]. MoxHo
MPEIOJIOXKUTh, YTO BTU MpaHc-HaKTOPbl HE peTyin-
pPYIOTCSI TOPMOHAMMU, B OTJIUYME OT mpaHc-(haKTOPOB
xJioporuiactoB. [TonoOHbI MexaH3M aKTUBALUU 11 -
TOKUHWHAMU mpaHc-(PaKTOPOB XJIOPOTJIACTOB ObLI
HEIaBHO MPOJEMOHCTPUPOBAH MIJIsi CUTMa-(paKTOpOB
PHK-nonumepassl 6aktepuanbHoro tumna SIG2 u
SIG6 [20], c HpPOMOTOPHBIMHU dJIEMEHTAMU KOTOPBIX,
coaepxammux GATA-caiiTel, CBSI3BIBAICS ILIMTOKM-
HUH-3aBUCUMBII mpanc-pakTop GNL.

XoTs B 1eJI0M (PEHOTUTUYECKUE ITOCIEACTBUS
nHakTuBauu reHa RPOTmp ObLIu BBIpaXKeHbI 3HA-
YUTEIBHO cjlabee, yeM y sca3-2, 6a30BbIe YPOBHH
MaTpull TeHOB curMa-(hakTopoB U reHoB PAP, Bxomsi-
mux B pepMeHTHBIN KomIuieKc PEP-A, y rpotmp oka3za-
JIMCH BIIBOE BHIIIIE, pABHO KaK 1 3Kcripeccusi reHoB PEP
CyObeIMHULL. DTa peakliysl, BEpOSITHO, CBsI3aHA C KOM-
MEeHCATOPHBIM MEXaHU3MOM, TO3BOJISIIOIIMM MYTaHTY
ycuuth PEP-3aBUCHMYIO TPaHCKPUIILIMIO IIPU OTCYT-

ctBun pepmeaTa RPOTmp. JlobaBuM Takke, 4TO,
HECMOTpsI Ha 3aMeIIJIEHHOE pa3BUTHE, MYTaHT Fpotmp,
OTIMYAJICS TOBBIIIEHHBIMM 0a30BbIMM  YPOBHSIMU
TPAHCKPUIITOB XJIOPOIUIACTHBIX T€HOB 1 IHapaMETPOB
¢dayopecueHiu. B To ke Bpemsi MyTaHT sca3-2 umell
YBEJIUYECHHBIN BABOE 10 CPABHEHUIO C JUKUM TUIIOM
0a30BBIil YPOBEHD KCIIPECCUHN MUTOXOHAPUATIHBHOTO
reHa coxl, tpaHckpuoupyemoro RPOTmp. BT1o no-
kasbiBaeT, uyTo hyHKunu NEP u PEP He TonbKo crie-
MU(OUIHBI, HO ¥ B3aUMO3aBUCHMBI.

st yacTh McCcaeqoBaHHBIX TE€HOB Y MyTaHTa
scabra3-2 Mbl OOHApPYXWJINW CHMXXKEHME aKTUBALIUU
npu obpadotke IIK mo cpaBHEHUIO ¢ paCTCHUSMHU
JIUKOTOo TUIla Wi aaxe ee oTcyrcTBue. K ux uncy,
HapsiIy C TIACTUAHBIMU FeHaMU, OTHOCUJINCH HEKO-
TOpBIE siIepHbIe TeHbl, KOAUPYIOIIHe OEJIKU, aCCOLU-
npoBaHHble ¢ PEP. JIng ¢poTocMHTETMUIECKX TEHOB
9Ta TEHAEHIIMS OblLla BhIpaXkeHa KaK Ha ypOBHE CO-
Jiep>KaHUsI TPAHCKPUIITOB, TaK U Ha YPOBHE COOTBET-
cTByIoIMX 6eyKoB (puc. 1, puc. 2). Takum obpaszom,
1pu nHakTUuBaLuu reHa RPOTp nutokuHuHb 1 ABK
MOTYT JIefiCTBOBaTh OJHOHAIIPaBJIEHO, OKa3biBasi pe-
MPECCUBHOE BO3JEHCTBUE Ha DKCIIPECCUIO XJIOPO-
TUIACTHBIX TeHOB. [IpUUUHBI 3TOTO SIBACHUS HYXaa-
IOTCSl B IOTIOJIHUTENIbHBIX UccienoBaHusx. He uc-
KJIIOYEHO, YTO ISl SIAEPHBIX TE€HOB MOJOOHBIM
OuoJiornuecKuii OTBET ObLT OOYCIOBJIEH MEXaHU3Ma-
MU PETPOTrpalHOrO CUTHAJMHTa, KOTOPbIii CrOCO0-
CTBOBaJI W3MEHEHUIO IKCHPECCUM SIAEPHBIX T€HOB,
konupyroomux 6enku PEP kommiekca B oTBeT Ha
IUCGhYHKIUIO XJIOPOIUIacTOB Yy scabra3-2. I1pu aToM
penpeccuBHbBI CUTHAJI, TTOChUIaeMblii 1e(PEKTHBIMU
XJopoIruiacTaMu B oTBeT Ha aelictBue LIK winm, Ha-
000pOT, OTCYTCTBUE MO3UTUBHOTO CUTHaJIa BOCIIPU-
HUMAaJIUCh U30MpaTebHO JUIIb YaCThIO T€HOB arma-
para TpaHckpunuuu. MHTEepecHO, 4TO B HeJaBHEM
uccienoBaHuu Lidon-Soto c coaBt. [11] 610 moka-
3aHO, YTO peTporpaaHas rnepenaya CUTHaJIOB U3 TO-
BpPEXKIEHHBIX OpraHesiI B YCIOBUSIX COJIEBOTO CTpecca
aktuBupyeT 3kcrnpeccuto NEP. OgHako MexaHU3M
TaKOM MHOYKIIMM He ObLI cBSI3aH ¢ neiictBrieM ABK,
MOCKOJIbKY B YCJIOBUSIX IJIUTEIHLHOTO BO3ACHCTBUS
atoro ropmoHa reHbl NEP y pactenuii Col-0 nocto-
BEPHO MONABJISIIUCD.

AuchyHKIMS  XJIOPOMJIACTOB, IO-BUIUMOMY,
MOTJIa MOBJIEYb U3MEHEHME TOPMOHAJILHOTO cTaTyca
MYTaHTa M, KaK CJIeACTBUE, MEHBIIIYIO YYBCTBUTEIIb-
HOCTh K melictBrio 11K, KoTtopas, Bo3MOXHO, OBITa
CBs3aHa C NOBBILIEHHBLIM COJEpXXaHWEM TOpPMOHa.
KocBeHHBIM CBUIIETEILCTBOM B TOJIb3Y 3TOTO SIBJISI-
JOTCSI JAaHHBIE TT0 SKcTpeccnn TeHa ARRS i reHOB Me-
tabonuzma LUK IPT3, IPT5S u CKXS5, HakoIruieHue
TPaHCKPUINTOB KOTOPBIX CYIIECTBEHHO ITPEBHIIIAIO
YPOBHHU JIUKOIO THUIIA.

IMonmxenHasa peakuus Ha aeiictBue 1LIK morma
OBITh Takke OOycCJOBJeHAa W3MEHEHUWEM OajaHca
mexny LUK m ABK. CorinacHo manueiM Hricova ¢
coasT. [10], TmoJrydeHHBIM METOIOM MUKPOYHUITPOBA-
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HUS, Y MyTaHTa scabra3-2 Obl1a yMeHBIIIEHa SKCIIpec-
CUM TEHOB, KOAUPYIOIINX OEJIKA U30TTPEHOUIHOTO My~
TN OMOCHHTE3a, BKIIOYasl TeH KIJIIoYeBOro (pepMeHTa
omocuHTe3a ABK 3eakcantmHoermaporeHassl ABA I
Jnsa rena ABAI, IpoayKT KOTOPOTO JIOKAIU3YyeTCs
MIPEUMYIIECTBEHHO B CTPOME U THJIAKOUIHBIX MEM-
OpaHax xjoporuiacToB [21], 3TOT pe3yibTaT ObLT Ha-
mu noaTeepxkaeH Metoaom ITIIP-PB (ta6a. 2). Kpo-
Me Toro, y scabra3-2 oka3zajlach CHUKeHa 6a3oBasi 3KC-
npeccus reHa mMetabonn3mMa ABK ABA2 n noBeIieH
YPOBEHb TPAHCKPUINTOB TeHa curHaymHra HABI. Ta-
KMM 00pa3oM, TUIEHOTPOITHEIN 3 @dEKT MyTaluuy 3a-
TparuBaJl He TOJBKO 3KCIPECCUIO XJIOPOILIACTHOIO
reHoMa, HO ¥ OKa3bIBaJl BIMSIHUE Ha PETYISILINIO TOP-
MOHAaJIbHOI crucTeMbl pacTeHus . Cpeayr BO3MOXHBIX
MMOCJIEACTBUI — HapyllIeHe CUHTE3a KAPOTUHOUIOB,
KOTOpbIe HEOOXOOMMBI KaK JUII (POTOCUHTE3UPYIO-
IIMX TKaHeil, Tae OHU UTrpaloT (pOTO3aIIUTHYIO POJIb,
TaK W IUISI HOPMAJIbHOTO IIPOXOXIEHUSI CKOTOMOP-
¢oreHesa 1 MOCIEAYIONIETO Pa3BUTUS XJIOPOILJIACTOB
pu nepexoje K poroMopdorenesy [22].

HeocnopuMbIM CBUIETEILCTBOM B TI0JIb3Y TIpSi-
moro ydactusi reHoB NEP B ropMoHanbHON peryisi-
M XJIOPOIUIACTHBIX T€HOB MOTJIO OBl CTaTh U3MEHE-
HUE UX SKCITPECCUU TTPU HETTOCPEACTBEHHOM CBSI3bI-
BaHUM TOPMOH-PETYJIUPYEMBIX mparc-(hHaKTOPOB C
npoMoTopHOii obiacteio TeHOB NEP. Kak mokaszan
aHanwu3 in silico npoMoTOpHEBIX obJiacTeit reHoB NEP-
rnmojuMepas, B Mpeneiax MocaeqoBaTeIbHOCTU B
500 m.H. B HampaBJIECHWN 5’ OT CTApPTOBOrO KOOZOHA
ATG copepxatrcs IIpearnoJiaraéMble yuc-3J1eMEHThI
st uenoro psina AbBK n LIK-perynupyeMmbrx mparc-
daxropos, Bkmouas RAV1, DREB/CBF, RAP2.6,
MYBS52, ATHB12, ARR11, ARR14 u GLK1. OnHako
HU OIWH U3 3TUX mpaHc-(PaKTOpOB He OOHAPYXKUI
W3MEHEHUI B YPOBHE 3KCIIPECCUM y sca3-2, KaK clie-
JIyeT U3 JaHHBIX MUKPOUMITMPOBAHUS 3TOTO MyTaHTA
[10]. Tem He meHee, nHakTUBaLMs reHa RPOTp cro-
coOCTBOBajIa UI3MEHEHUIO CUTHAJIA IJIs 1IeJIOTO psiaa
mpaHnc-(paKToOpoB, TIpU 3TOM HEKOTOPbIE U3 HUX
(MYB47, NF-YB2) B cuiibHOIT cTenieHU UWHAYLIMPO-
pasmich ABK. Takmm o0pa3zoM, ropMOH-3aBUCHUMBIC
OTBETHI, PEeryjaupyeMbie 3TUMU mpaHc-PaKTOpaMu,
MOTYT OBITh HEIIPSIMBIMM, XOTSI BEISIBJICHHME KOHKPET-
HBIX Y4ACTHMKOB 3TOTO IIPOLIECCA U BCEX €€ KOMITOHEH-
TOB OCTaeTcs 3amadeii 11s1 Oyaylnx UCCIeA0BaHMIA.

N3yuyenne omonmormyeckoir ponn LK m ABK B
(YHKIIMOHMPOBAHMY arlapaTa TPAaHCKPUITLAUW XJIOPO-
IUIACTOB OBLIO OBl HEMOJHBIM 0O€3 ydyeTa uX BO3meli-
CTBUSI Ha YPOBEHb XJIOPOILIACTHBIX OeIKoB. O0paboTKa
sk3oreHHoi ABK He n3MeHsiia cogep:kaHue 3Tux oe-
KOB Y BCEX HCCJIEIOBAHHBIX 00pa3loB, U4TO I pacTe-
HUI TUKOTO TUIIA U MyTaHTa rpotmp COOTBETCTBOBA-
JIO TaHHBIM TPAHCKPUMIIMOHHOTO aHaim3a. OgHaKo
Y MYTaHTHOI1 TMHUM Scabra3-2 coXxpaHeHUEe YPOBHEMN
XJIOPOILIACTHBIX O€JIKOB MPH MOAABJICHUN HAKOILIE-
HUSI TPAHCKPUIITOB KOAUPYIOIINX T€HOB B pe3yJibTaTe
o6pabotku LIK mian ABK Morio GBITh CBSI3aHO C 0CO-
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OCHHOCTSIMM MX MNOCTTPAaHCKPUIILIMOHHOM peryJIsi-
UM Ha (poHe M3MEHEHHOTO TeHeTUYeCcKoro (oHa.
He ucxmodyeHo, 4To mogoOHBIN 3ddeKT ObLT 00y-
CJIOBJICH HapyLIEHUSIMM [erpagalliy XJIOPOILIACT-
HBIX OCJIKOB y MyTaHTa sca3-2. Ha 3To ykaspIBaeT
yMeHbIIIeHHe B 1.5—2 pa3a 3KCIIpeccry TeHOB IIpoTea3
FisHS, FisH9u DEG 1, nokanu3oBaHHBIX B XJIOPOILIa-
CTaX M Y4YacTBYIOIIMX B pacCIEIUICHUU ILIaCTUIHBIX
6enkoB [ 10]. Kpome Toro, mo 1aHHbIM TPAaHCKPUTITOM-
HOTO aHa/In3a, y MyTaHTa sca3-2 Obl1a B 2—3 pa3a CHU-
JKeHa 3KCITpeccHusI YeTbipex reHoB E3-yOnkBuUTHMHIMTA3
(At5g01880, At5g01520, Atlg57820, Atlg66050) [10],
CBSI3aHHBIX C IIPOTEACOMHOM Aerpaganueii OSIKOB.
MNHTepecHo, YTO YyOMKBUTUHIIMTA3a, KOIMpyeMasi OJI-
HUM M3 3Tux reHoB AtAIRP2 (Arabidopsis ABA-in-
sensitive RING protein 2), npuyacTHa K peryasaiuu
curdHana ABK, B yacTHOCTH K YOMKBUTUHUPOBAHUIO
KJTIOUEBBIX KOMIIOHEHTOB CUTHAJILHOI LIETTN ITPOTEHH-
kuHa3 SNF1 (SnRK) [23], uro, Hapsimy ¢ n3MeHeHuEM
9KCIIPECCUU TEHOB MeTa00JIM3Ma, MOIJIO CITOCOOCTBO-
BaThb U3MEHEHUIO YYBCTBUTEILHOCTY MYyTaHTa K JIeii-
CTBHIO 3TOr0 TOPMOHA.

ITonBonst UTOrM, MOKHO CKa3aTh, YTO TeHBI arlra-
paTa TpaHCKPUIILMU IJIacTua AuddepeHIIMPOBAaHHO
OTBeYaroT Ha Bo3nelicTBue 3k30reHHBIX 11K 1 ABK.
AXTHBaIIMsg BSKCIIPECCUN WM €€ WHTMOMpPOBaHME
OINpEeAeISIIOTCSI HE TOJIbKO CITeLM(PUUHOCTBIO OCi-
CTBMSI KOHKPETHOI'O TOPMOHA, HO M HOPMAaJIbHBIM
(GYHKIIMOHMPOBAHNEM XJIOPOIIACTOB, KOHTPOJIHUPY-
€MbIM TeHeTHUYecKoil cpemoii. MHaKTHUBalLsI TEHOB
mnactunHbix PHK-nonuMmepas simepHOro Kkooupona-
HHUS WU3MEHSET NMpOoPHUIN TOPMOH-3aBUCUMOM 3KC-
Mpeccur aKTHUBHBIX T€HOB KOMIIOHEHTOB ammapara
TPaHCKPUIILIM 1 XJIOPOIUIACTHBIX reHOB. I1pn 3TOM
HaOII0gaeTCsT peryasiuisl Kak Ha YPOBHE colep:Ka-
HUSI TPAHCKPUIITOB, TaK U HA YPOBHE COOTBETCTBYIO-
X OEJIKOB.

HccnenoBanue BLITOIHEHO 3a cYeT rpaHTa Poccnii-
ckoro HayyHoro ¢onma (mpoekt Ne 20-14-00065).

ABTOpPBI 3asIBJISIIOT 00 OTCYTCTBUU KOHQJIMKTOB
nHTepecoB. HacTosmas cTaTbs He COOEepXKUT KaKMX-
MO0 MCCIIENOBAHMI ¢ yIaCTUEM JIIONEH M JKWBOTHBIX
B KayecTBe OOBEKTOB MCCIeIOBAaHUINA.
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Uccnenosanu BausiHue MpeanoceBHoi o6padoTku 0.4 MKM KoHueHTpaluu 24-3nubpaccuHonuna (9b)
Ha ToKa3aTeJI BOIHOTO OOMEHa W POCT JIMCThEeB B YCIOBMSIX OCMOTHMYECKOTO CTpecca, MOACINPYEMOTO
5% MaHHUTOM, Y IBYX KOHTPACTHBIX COPTOB MATKOM TieHUIbl OMcKast 35 (OM-35 — 3aCyXOyCTOMYMBBIN)
n Canapar IOmaeB (CHO — MeHee 3acyXOyCTOMYMBLIIT) Ha IISIThIE Y CEAbMBIC CYTKH IIpopacTaHus. BeIsBie-
HO, 4YTO TpenoopaboTka Db cHuxkana nepuut Bonsl Ha ¢bOHEe MAaHHUTA, YTO B OOJIbIIEH CTEIEHU MPOSIB-
Jsu10Ch y copta OM-35, 9yeM y MeHee yctoiiunBoro copta CHO. KoMrteHcanust K ceIbMBIM CYTKaM BIMSTHUST
OCMOTHYECKOTO cTpecca y copta OM-35 mpoucxoauiia 3a CUeT MEHbIIIEH CTeleHU YBEJIMYSHUsI TUIOIIaan
JINCTHEB, YTO TIPUBOIMUIIO K MEHBIIIEH MOTepe BOIBI B PE3YJIbTaTe TPAHCIIMPAIIUM, CHIDKCHUIO OCMOTHYC-
CKOTro ITOTeH1IMaJjia 3a cYeT 060Jiee BBICOKOTO HAKOIUICHUSI OCMOIIPOTEKTaHTa MPOJIMHA, & TAKXKE YMEHbIIIe-
HUIO HETATUBHOTO ACHCTBUS Ha 9K30CMOC 3JIEKTPOJIUTOB.

KimoueBble cioBa: Triticum aestivum, BOTHBIIA OOMEH, BBIXOI 2JIEKTPOJMTOB, MAaHHUT, OCMOTHYECKUIA

cTpecc, IPOJIMH, 24-3M1OpacCUHOINI
DOI: 10.31857/S0015330321010048

BBEJEHUWE

CoBpeMeHHbIe TJI00ajibHble KJIUMaTu4ecKue 13-
MEHEHUS BJIUSIOT Ha YPOXKaiHOCTb, U3MEHSISI TOTOTHbIE
YCJIOBUSI M YCWJIMBAsI 9KOJIOTMIECKYIO HATIPSIKEHHOCTb.
OnHako HebJ1arornpursiTHOEe BO3IECTBUE Ha POCT U Me-
TabOJIM3M PACTEHUI MOXHO CMSTYUTH MyTEM 3K30-
reHHOT0 MPUMEHEHUsI Pa3InYHbIX BEIIECTB, CTUMY-
JIMPYIOIINX POCT, BKMo4dast opaccuHocTepounsl (BC).
BbC gBnsitoTcs BaXXHBIMU PETYIITOPaMU pOCTa U pas3-
BUTHUS PACTCHUI, YTO MPOSIBJISIETCS KaK B ONTUMAaJb-
HBbIX, TaK U CTPECCOBBIX YCAOBUSX. [JIsl MOBBILLIEHUS
crpeccoyctoitunBoctTu BC, neiictBys B oueHb HU3-
KUX KOHIIEHTpalUsX MpU O0OpabOTKe, IIPOSIBIISIIOT
MHOXeCTBeHHbIE 2(P(PeKThl, aKTMBHO YyJaCTBYS B TAKUX
npolieccax, Kak (poTOCHHTE3, METa00JU3M aHTUOKCU-
JIAHTOB U a30THbIM OOMEH, HAaKOTUIEHWEe OCMOJIUTOB U
B3aMMOOTHOIIIEHUSI PACTEHUIA C BOIOI B CTPECCOBBIX
YCJIOBUSIX, UHIAYKIIMS 3alIMTHBIX OEJIKOB (Ieruapu-

Cokpamennsi: BC — 6paccuHoctepounbl; OM-35 — copr Iiie-
Hunbl OMmckas 35, OCB — oTHOcUTeNIbHOE colepKaHUe BOIIHI;
CIO — coprt nuenulisl Canasart KOnaes, Ob — 24-anubpaccu-
HOJIUI.
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HOB, aKBaIlOPWHOB, JEKTMHOB, OEJIKOB TETJIOBOTO
moka) [1—6]. [IponeMOHCTpUPOBAHO, YTO PACTECHUSI
C HapylIeHHbIM cuHTe30M bC nposBIsIOT aHOMaIuu
B (heHOTUITIaX Pa3BUTUS U OCHOBHBIX MYTSX Iepenadyun
CUTHAJIOB, PETYJIMPYIOIIMX 3TU ITpoliecchl [7].

INepexiiroueHre TeHETUYECKUX TTPOrpaMM C OITH -
MaJIbHBIX Ha CTPECCOBbIE U BKJIIOUEHME 3allUThI Ha
YPOBHE 1I€JIOTO OpraHW3Ma OCYIIECTBIISIETCS] B pacTe-
HUSIX cOalaHCUPOBaHHO. B yclioBHsIX 00€3BOXKMBAHMS,
KOTJla CTPECCOBbIE PEaKIIMM U POCT KOHKYPUPYIOT 3a
pecypchbl, OYeHb BaXXHO, YTOOBI B XO/I€ aKTUBALIUU
CTPECCOBBIX peakiuii COXpaHsaach CIIOCOOHOCTD
IaJdbHEHMIIEro pocra u pa3BUTHUs pacteHnii. Tak, 00-
HapyeHo, 4To OpaccuHOIMA-cnennuduyeckuit pak-
Top TpaHckpunuuu BES1 u aBastomuiicss yieHOM
ceMelcTBa TPaHCKPUIIIMOHHBIX (akTopoB NAC
RD26 (uHAyUMpyeMBIii B YCIOBUSX aOMOTUYECKOTO
cTpecca JJisl TOBBIIIEHUS] YCTOMUMBOCTU K 3acyxe)
CIOCOOHBI B3aMMOAENMCTBOBATh W OJHOBPEMEHHO
CBSI3BIBATHCS C OMHUM U TEM XK€ TPOMOTOPHBIM 3J1e-
MEHTOM, TJ€ OHU HeUTpaIu3yloT aKTUBHOCTb APYT
npyra Ha reHax-muineHgx BES1 [8]. Takum obpa-
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30M, CUTHaJIbHBIE IyTU OpacCHMHOJIMIA U 3aCyXH
CXOASITCS TTPU B3aUMOACUCTBUU OpaCCUHOIUA-CIIe-
uudpuyeckoro ¢akropa TpaHckpunuuu BESI u
RD26 Ha 006111eM TPOMOTOPHOM 3JIEMEHTE, UTO IIPU-
BoauT K mHakTuBalu BES 1, obecnieunBast mpaBuJib-
HbIii 6ajaHc pocTa U cTpecca [9].

B HacTosiiee BpeMst HanboJiee U3y4aeMoil U J1cC-
KyTUpyeMoii ob1acThio uccienoBanust bC gpnsrores
MOJIEKYJIIPHbIE MEXaHU3MbI, CBSI3aHHBIC CO CTaOU-
JIM3alneil COCTOSIHUSI acKkop0arta 1 IIyTaTUOHA, M3Me-
HEHWEM aKTUBHOCTH aHTUOKCUIAHTHBIX (DEPMEHTOB U
HaKOIUICHEM OCMOIIPOTEKTOPOB B PACTEHUSIX, CHIKE-
HYEM IIEPEKUCHOIO OKMCICHMS JINITUIOB B KJIETOYHBIX
MeMOpaHax, MOIBEPTHYTBIX BIUSHUIO Pa3IUIHBIX
CTpecCOBBIX (aKTOPOB, a TakKxKe 3(P(PEKTUBHOCTHIO
B3aumogeiicteug bC ¢ npyruMmu GUTOropMOoHaMU B
OCYIIECTBJIEHMU IIPOTEKTOpHOIO AeiictBusa [6, 10].
JanbpHeitmee wucciaenoBaHue crocooHoctu BbC B
HOpPMeE U IIPU CTPECCE PeryIrMpoBaTh TAKME IIPOLECCHI,
KakK (hOTOCHHTE3 U IbIXaHWE, a30THBIII MeTabOJINU3M,
BOJHBII OajlaHC, a TAKXKE€ OCMOTUYECKYIO PETryJIsIiAio
¥ CUCTEMY aHTUOKCHUIAHTHOM 3allIMTHI IIO3BOJIUT ITPO-
SICHUTD UX POJIb B TIPOSIBJIEHUH POCTPETYIUPYIOIIETO
1 aHTUCTPECCOBOTO 3(PPEKTOB.

Panee Hamu mokazaHo, 4TO IpeaoOpadoTKa pacTe-
HUii TMineHuIsl 24-s3nubpaccuHonunoM (Bb) ymMeHb-
IIaeT CTeTleHb MHTUOMPOBAHMSI POCTa X KOPHEH TTpH
MMpopacTaHuy Ha (poHEe OCMOTUYECKOTO CTpecca, Bbl-
3BaHHOIO N00aBJIEHUMEM B IIMTATeJIbHbINI pPacTBOP
MaHHUTA [2]. 3ammuTHOE AeiicTBUe Db Ha IIpopocTKu
MMIIIEHUIIBI CBSI3BIBAIM C HAKOIIJIECHUEM HU3KOMOJIe-
KYJIIPHBIX IeTUIPUHOB, CHUXXEHNEM YPOBHSI CTpecC-
WHIYIIAPOBAHHOTO HAKOIUICHUS B KOPHSX arririo-
TUHWHA 3apOAbIla MITeHUIIBI 1 U3MEHEHUEM Top-
MOHaJIbHOTO OanaHca pacTeHuii. OOHapyXeHOo, YTO
nmpuMeHeHue Db TIpemoTBpalmaeT BeI3BIBAEMOE 3a-
CyXOli WMHTMOMpPOBAHWE MUTOTHYECKOTO HWHIEKCA,
MpyUYeM arrjJlTUHUH 3apoabilia MIIEeHWIIbI, Bblae-
JISIEMBI B KOPHEBYIO CpeIy 1 CITOCOOHBII OKa3bIBaTh
MPOTEKTOPHBIN 3((MEKT Ha AeIeHNe KISTOK alTuKalb-
HOI1 MEpUCTEMbI KOPHEI, BEPOSITHO, 3HAYUTEJIBHO CO-
nIercTByeT TakoMy 3ddexTy [5]. OmgHaKO B 3TUX DKCITE-
pPUMEHTax HEIOCTATOYHO BHUMAaHMS YIIEICHO BOMTHOMY
OOMEHY pacTeHMI TIpU NEeHCTBUU OCMOTHYECKOTO
cTpecca Ha npenobpaboTanable Db mmpopocTky, Je-
MYy U TIOCBSIIIeHa JaHHas padota. M3yyeHo BaustHUE

pearnoceBHOM 00paboTKM ceMsaH Db n ux mocieny-
IOLIEro IpopallMBaHUsI Ha cpele ¢ MAHHUTOM Ha
TpaHCIIMPalLni0, OBOAHEHHOCTh U OTHOCUTEJIbHOE
colepXXaHME BOABI, OCMOTHYECKUI MOTEHLIMAT U
coliep>KaHME MPOJIMHA B JIUCThSIX IBYX COPTOB IIIIe-
HUILIBI, pa3INYaroInXcs 0 YCTOMYMBOCTU K nedu-
LIATY BOJBI.

MATEPUAJIBI U METO/ bl

OO0BeKT uccaeIoBaHug. DKCIIEPUMEHTHI IIPOBO-
IWJIMCh Ha MSTKOM sipoBoii meHutte ( Triticum aes-
tivum L.) coptoB Omckas 35 (3acyXxOyCTOMYMBBIA
copt) u Canasar FOnaeB (MeHee 3aCyXOyCTONYMBBIIA
copr). IToBepxHOCTH 3epHa crepm3oBanu 96% crmp-
TOM B TeueHue 1 MUH, a 3aTeM HECKOJIBKO pa3 IMPOMBbI-
BaJIU IMCTUJUIMPOBAHHOU BOIOM.

IpennoceBHyI0 00paOOTKY 24-31MOPACCUHOINIOM
MIPOBOIWIIM ITyTeM 3aMaunBaHus ceMstH B 0.4 MKM pac-
TBOPE B T€YSHME TPEX YaCOB 1 ITOCJICAYIOIIETO BBICY -
IIWBAHUS OO BO3MYIIHO-CYXOro coctosiHusl. Heo06-
paboTtaHHBIE (DUTOTOPMOHOM CEMEHa 3aMayMiBaIld B
IucTHIMpoBaHHoi Boxe. IlpenBapuresrbHO 00pabo-
TaHHBIE WM HeoOpaboTaHHble Db ceMeHa mpopa-
IMMBaJId B JOTKaxX Ha (QUIBTPOBaJIbHOII Oymare,
CMOYEHHOM BOJIOINPOBOAHOM BOIOM, comepxKalieh
5% wmannwuta. Kaxnaplii geHb pacTBOp MEHSUIM Ha
CBEXUi1, TIpu TeMmmepatype 22—24°C, 16-4acoBOM
doronepuone u ocBeieHHOCTH 160 MKMOIb/(M? C)
DAP. KoHTpOIBHBIE TIPOPOCTKI MHKYOMPOBAIIM Ha
BOJOIIPOBOIHOM BOAE.

Ilnomans meThes. OneHKy uiomany (cM?) cka-
HUPOBAHHBIX U300paxkeHUil JIMCThEB IMPOBOAUIU C
HMCIOoJb30BaHueM nporpaMmmel Imagel v.1.48 (W. Ras-
band, “National Institute of Mental Health”, CILIA).

OBoaHeHHOCTh. MaTeprall B3BEIINBAIINA Cpa3y Mo-
ciie oTbopa Npob, CYIIKKU B OTKPBITEIX KOHTEHEpax,
KOTOpBIE OOECIEeUYMBAIOT CBOOOIHYIO LUPKYISIINIO
Bo3ayxa, npu temneparype 70°C. [ToBTropHOE B3Be-
IIMBaHUeE TIPOBOAVIIN Uepe3 24 yaca Iocie JOCTIKe-
HUSI TTOCTOSIHHOTO Beca MPU ABYX IMOCISA0BATEIbHBIX
B3BelnBaHugx. ComepkaHUe BOOBI B JINCTHIX pac-
CUMUTHLIBAIM MO (popMyse: OBOIHEHHOCTh = [(CBIpast
Macca - cyxast Macca)/ceipast macca] X 100%.

OTtHocuTebHOE coaepkanue Boabl (OCB) B IMCTBSIX paCCYUTHIBAIIM 110 (hopMyIie:

OCB = [(cmpaﬂ macca — cyxas Macca)/(Macca IIpU MOJHOM Typrope — cyxas Macca)] x100%.

ChIpylo Maccy omnpenelisiii cpasdy Mociie oTaese-
HUSI JIUCThEB OT pacTeHusl. sl onpeaenaeHus Typrop-
HOM MAacChbl JIMCThS MOMEIIAIN TPY KOMHATHOM TEM-
nepaTtype Ha 24 94 B TEMHOTY B 3aKPBIThIC COCYIIBI, TTO-
rpyxast OCHOBaHMEM B IMCTUWIMPOBaHHYIO Bomy [11].
ITocne ompenenaeHnss Macchl IIPU MOJIHOM TYyprope
JIVCTBSI BRICYIIBaIN 1 paccunThiBaan OCB.

Tpancnupauymio ONpeaessyii BeCOBbIM METOI0M
(aHaTM3UPYSI TIOTEPIO MACChl CTAKAHYMKA C TIPOPOCT-
KaMd B MUTATEJIbHOM pacTBOpe, MOAEJIEHHYI0 Ha
BpeMs MEXIY U3MEPEHUSIMU U KOJIMUECTBO POPOCT-
KoB) [12]. A1t TpenoTBpallieHUS UCTTapEHUS XKUIKO-
CTU C TIOBEPXHOCTU COCYIOB MPOPOCTKU 3aKPbIBAIU
AMIOMTHNEBOM (POJIBLIOM.
®UBNOJIOTUS PACTEHUN Ne 2
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Ta6auna 1. BrusiHue npeanoceBHoit 06padoTku 0.4 MKM Db Ha miomans TUCTheB 7-THEBHBIX IPOPOCTKOB TIIIEHUIIBI,

BBIpAIlleHHBIX HA 5% MaHHUTE

[Lo1mans JUCTbEB, CM2
Copt
KOHTPOJIb (OBb) MaHHUT (®B) + MmaHHUT
Omckast 35 3.66 £0.16° 4.94 +0.18f 1.59 £ 0.10° 2.20 +0.114
Canasar lOnaes 4.56 +0.20° 5.08 & 0.24f 0.74 £ 0.06% 1.20 £+ 0.09°

ITpumeuanue. JloctoBepHO oTinyatoiuecs 3HayeHus (n = 30) Ha ypoBHe P < (.05 0603HaYeHbI pa3HBIMU OYKBaMU.

O0pa3upl 11 U3MEpPEeHNUsT 0CMOTHYECKOTO NMOTEH-
nMaia ObLIY MOJYYEHBI ITyTeM 3aMOPaXKUBaHUSI U OT-
TaMBaHUS TKaHEH JIMCTbEB U IIOCIENYIOIIEro LIEH-
TpudyrupoBanus. OCMOTUUECKUI TOTEHIIAAT TTOJTYy-
YEHHOTO KJIETOYHOTO COKa U3MEPSUIM C TTOMOIIbIO
mucdpoBoro mukpoocMomerpa (“Camlab Ltd.”,
Cambridge, BenukobpuraHusi).

DKCTpaKLMIO U OIpelesieHUE COAepPKAHUS CBO-
00JJHOTO MPOJIMHA B MPOPOCTKAX MTPOBOIUIN C TOMO-
IIBI0 KHUCJIOTO HUHTUIPUHOBOTrO peakTnBa [13], n3-
Mepsisi ONITUYECKYIO TUIOTHOCTh pacTBOPOB Ha CHEK-
tpodoromerpe (SmartSpec Plus, “Bio-Rad”, CIIIA)
npu 520 HM.

IIponnmaemMocTh MEMOPaH OIIEHUBAJIACH N0 BBIXOXY
3JIeKTpoJuTOB [14]. [Tociae mpoMBbIBKM HaBECKY TPO-
pocTKOB 1 T Hape3anu 1 MHKyonpoBaiau B 20 M 1u-
CTWJUIMpPOBaHHOI Boawl mpu 27°C B TeueHue 1 yaca.
IMocne dunbrpanny n3MeHeHUe JeKTPOIPOBOIHO-
CTH PACTBOPOB M3MEPSIU C TIOMOIIBIO KOHTYKTOMET-
pa OK-102/1 (“Radelkis”, Benrpus).

Cratuctuyeckuii aHamm3. IlokasaTenn BOITHOTO
oOMeHa, coiepXaHue MPOJIMHA U BBIXOH, SJIEKTPOJIU-
TOB ONpeNeIsIM Ha 5 1 7 feHb mpopacTtaHus. Beicun-
TBIBAJIM cpeaHeapu(PMETUICCKIE BeJIMYUHBI 3—5 He-
3aBUCUMBIX 9KCIIEPUMEHTOB 1 UX CTAHIAPTHBIE OIINO-
ku SE (n = 12 B ciiydae aHan3a CBOOOIHOTO MPOJIHA
M BBIXOJIA 3JICKTPOJIMTOB, # = 30 — IUIOLIAIN JICThEB,
n = 20 B ocTabHEIX ciIydasx). CTaTUCTUIECKYIO 00-
pabOTKyY JaHHBIX OCYIIECTBIISIM C UCITOJIb30BaAHUEM
MakKeTa CTaTUCTUYECKOro aHanu3a B Microsoft Office
Excel 2010. CratncTmyecKyio 3HAUMMOCTD Pa3IMINiA
MEXIY CPEIHUMU 3HAYCHUSIMU aHAJIM3UPOBAJIU C TI0-
MOIIIBIO 7-TecTa. JJOCTOBEpHO pa3IndaloInecs MEKIY
co0oi1 BeTnInHBI Kaxmoro mmoka3sates (rmpu P < 0.05)
0003HaYeHBI pa3HBIMU OYKBaMH.

PE3VJIBTATHI

¥ pacrenuii mueHn1b copra Omckast 35 (Om-35)
TUTOIIAIb JINCThEB Ha (hOHE OCMOTHMYECKOTO CTpecca
ObLi1a 0oJiee UeM B 2 pa3a MEHbIlIe OTHOCUTEIbHO KOH-
TPOJIBHBIX YCIIOBUIT mpopactaHus (Tabi.). [Tnomanp
JucTtheB pacteHuii copra CanaBar lOnaeB (CHO) B
HopMe Obuta Ha 20% Goubiie, yeM y OM-35, HO TIpu
5TOM IO BIWSTHUEM CTpecca OHa yMeHbIanach B
OoJiblIeit cTerieHu (B 5 pa3 1o CpaBHEHUIO C KOHTPO-
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JeM, T.e. pacteHusMu meHuusl CHO, mpou3spacra-
IOLLIMMU B HOPMAaJIbHBIX YCJIOBUSIX).

OCMOTHUYECKIIT CTpPECC CHIXAJ COllepKaHUe BO-
IIbI B pacTeHUsIX Ha 3—5% B 3aBUCHUMOCTH OT BO3pac-
ta (puc. 1). Ha cenpMoli neHb IIpopacTaHusI HaOII0-
JIajach TEHASHIWS HEe3HAYMTEIbHOIO YBEJIWMYECHMS
OBOJIIHEHHOCTHU Ha (poHe cTtpecca. Ha msaTeie cyTku B
MIPUCYTCTBUM MaHHUTA COAEpKaHMUE BOIbI MPemo0-
pabotaHHBIX Db pacTeHmnit 000MX COPTOB OBIJIO Ha
3% BBIlIIE, YEM Y HEOOPAOOTAaHHBIX, HO Ha CEIbMBIE
CYTKM IpPOpaCTaHUs pa3Indusi HUBEIUPOBAINUCH U3~
3a TIOBBLIIIEHUS OBOTHEHHOCTH Y HeoOpaObOTaHHBIX
9b pacrenuii. Onpenenenue OCB mo3BoauiIo ole-
HUTH Oe(UIUT BOIOHACBIIIEHHOCTA B PAaCTEHMSIX
(puc. 2). IlomyyeHHBIe HTaHHBIE CBUIAETEILCTBYIOT O
TOM, YTO Ha (pOHE OCMOTUYECKOTO cTpecca AeULIUT
BOJIBI Y UCCIIEMOBAHHBIX COPTOB cocTaBistt 20—25%
Ha IIIThle CYTKM ITpopacTtaHus 1 15—18% Ha cenbMble
cytku. IIpenobpaborka cemssH Ob cHuxana nedu-
UT Boabl HA (pOHE MAHHUTA, YTO HPOSIBISUIOCH Y
nmeHnOsl OM-35 paHblie U B OOJBIICIH CTEMEHM,
yeM y CIO (mo 11.6% u 15.7% K ceibMBIM CYTKaM CO-
OTBETCTBEHHO).

VYpoBeHb TpaHCITUPALIMU OBLI B TTIOJITOPA pa3a BhI-
ure y pacteHuit Om-35, yem y CIO (puc. 3). B otcyt-
CTBHE OCMOTHUYECKOIO CTpecca Ipenodopadorka Db
MPUBOAMJIA K MOBBIIIEHUIO YPOBHSI TpaHCIUpallUU
Ha 6% y nmeHUNB copta OM-35, Ipu 3TOM 3HAYM-
MbIX OTJIMUMIA OT KOHTPOJBHBIX 3HAYEHUH Yy copTa
CIO He HaOmomanu. OCMOTHMUYECKUI CTpeccC, BbI-
3BaHHbIII MPUCYTCTBUEM B Cpelle MaHHUTA, TPUBO-
W K PE3KOMY CHUXKEHMIO YPOBHSI TPaHCTIMPALIMOH -
HBIX TTIOTEPH BOABI Y 000MX COPTOB; OH ObLI HA MSThHIE
CYTKHU B JiBa pa3a, a Ha ceJibMble — B ITOJITOpa pa3a HU-
Xe y HeoOpaboTaHHBIX Db pactenuii. [IpennoceBHas
00paboTka Db cylliecTBEeHHO yBeInYMBajia TpaHCITH-
palMio y CTPECCUPOBAHHBIX pacTeHUll, 4To OoJjiee
BbIpaxkeHo y pacteHuii OMckoii 35, y KOTOpbIX Ha
ceabMOI OeHb JaHHBIN TTOKa3aTedb OBLI Ha YpPOBHE
paCTEHU, POCIIIMX B ONTUMAJIbHBIX YCIOBUSIX.

Hapymrenre BomHOTO peskrMa COITPOBOXIAIOCH
HaKOIUIECHMEM OCMOTUYECKM aKTUBHBIX BEIECTB B
pacTeHHUSIX, O YeM CBUIETEIbCTBOBAJIO YMEHbBIIICHUE
OCMOTHYECKOTO ITIOTEHIIMajia B TIOJTOpa-IABa pasa
(m1s copta OM-35 B OoJibllIeld CTETIEHW), Ha TISIThIe
cytku (puc. 4). IIpeno6padorka Db He BiMsiia Ha oc-
MOTHYECKHUM TTOTEHIINAT B ONITUMAJIbHBIX YCIIOBHUSIX.
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Puc. 1. Biussaue nipearioceBHOIT 00padoTtku 0.4 MKM Db Ha n3aMeHeHne OBOTHEHHOCTH JIMCTheB MieHUIIb copta OM-35 u CIO
Ha ISAThIE U CEIbMbIE CYTKM ITPOPACTAHUSI B YCJIIOBUSIX OCMOTUYECKOTO cTpecca. I — KOHTPOJIb, 2 — MpearoceBHas oopadorka Db,
3 — npopaiivBaHue Ha 5% MaHHUTe, 4 — MpearnoceBHast 00paboTka Db u mociaeayioliee npopaiinBaHue Ha 5% maHHure. J1o-
cToBepHO oTimyatomecst 3HadeHus (n = 20) Ha ypoBHe P < 0.05 0603HaUeHBI pa3HBIMU OYKBaMH.
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Puc. 2. Dddekr npeamnoceBHoit 06padotku 0.4 MkM Db Ha OCB B nucthsax nireHutsl copra Om-35 u CHO nipu Bo3neit-
cTBUU 5% MaHHUTA. | — KOHTPOJIb, 2 — MpeanoceBHast oopadorka Db, 3 — npopamuBanue Ha 5% MaHHUTE, 4 — MIPEAIIO-
ceBHas o6pabotka Db u nocneaymwliee mpopaiuBaHue Ha 5% MaHHUTe. JIoCcTOBEpHO oTinyalolecst sHadeHus (n = 20)

Ha ypoBHe P < (.05 0603Ha4eHBI pa3HbIMHU OyKBaMMU.

ITokazarenb OCMOTHYECKOTO MOTEHIIMAaa pacTeHUI
copta OM-35, ceMeHa KOTOPbIX IPOILIY MpeaodpadoT-
Ky Db, ObUI BhIIIe HA (hOHE cTpecca, YeM Y CTPECCUPO-
BaHHBIX PaCTeHUM Kak Ha TISIThle, TaK U Ha CelbMbIe
cyTKM Tpopactanus. Y copta CIO ocMoTnyeckuii mo-
TeHLIMAJI IIpenoOpaboTaHHBIX Db JIUCThEB HE OTIIN-
yaJicsl OT TTOJABEPTHYTHIX CTPECCY PACTEHUA.

CopepxaHue MpoJIMHA B pacTeHUsIX (puc. 5) He
MEHSIJIOCH 101 BIIMsTHUEeM Db B onTHMaibHBIX YCI0-
BHSIX, HO BO3pacTaJio IIPH CTpecce OoJiee 4eM B 2 pas3a.
B nipeno6paboranHbix Db pacteHusix Ha poHEe MaH-
HUTAa YpOBEeHb MPOJINHA OBLI BIBOE HIKE, YeM HE00-
paboTaHHBIX; BMECTE C TeM, CIeAyeT OTMETUTh, YTO

ero KOHIICHTpal1s y 000UX COPTOB BCe K€ Oblia Ha
50% BrIllIe KOHTPOJILHOIO 3HAYEHUSI.

BbIXom 3JIEKTPOIMTOB HA MSIThIe CYTKU YBEIUYU-
BaJICS TIOJI BIMSIHAEM OCMOTHUYECKOTO cTpecca (puc. 6)
noutu Ha 50% y CIO u Ha 30% y OM-35. Ha cenbpMble
CYTKU TIPOpACTaHUS 3TOT MOKAa3aTe]lb CHUKAJICSI OTHO-
CUTEJIBHO KOHTPOJISA, omHaKo y copta CHO mo-mpexxue-
My COXpaHsIicsl Ha GoJiee BLICOKOM ypoBHe. Ha misiThie
CYTKU pACTEHUsI MCCIENOBAHHBIX COPTOB, CEMEHa
KOTOPBIX TTOJIBEprajJnch npenoopadborke Db, coxpa-
HSLIM 9K300CMOC 3JIEKTPOJIMTOB Ha YPOBHE KOHTPOJIST
B ycIIoBUSIX cTpecca. Ha cembMble CyTKM 3TOT ITOKAa3a-
TeJIb COXPAaHSIJT Y OOOUX COPTOB MHPOMEXYTOUHBII
®UBNOJIOTUS PACTEHUN Ne 2
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Puc. 3. MHTeHCUBHOCTD TpaHCcIUpauuu pacteHuii copra Om-35 u CIO Ha nsiTele U cebMble CYTKU, BBIPAILIEHHBIX U3 MPEI0-
O6paboTtaHHBIX M1 HeoOpaboTaHHBIX 0.4 MKM DB ceMsTH B yCIIOBHUSX OCMOTUYECKOIO cTpecca. / — KOHTPOJIb, 2 — IPeArIoceBHasI
o0paboTka OB, 3 — npopaiuBanue Ha 5% MaHHUTE, 4 — MpeAnoceBHas 06paboTka Db u nocnenyolee nMpopaiiMBaHie Ha
5% manHwuTe. JlocTroBepHO oTanyaloiuecs 3HaueHus (n = 20) Ha ypoBHe P < 0.05 o603HaueHbl pa3HbIMU OyKBaMU.
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Puc. 4. BiusiHue npennoceBHoi 00paboTku ceMsiH 0.4 MKM DB Ha 0CMOTHYECKMiT MOTEHIIMAIT INCThEB MILeHUIIBI copTa OM-35
u CIO nipu Bo3aeiictBuu 5% mMaHHUTA. | — KOHTPOJIb, 2 — TIpeArnoceBHast 00paboTka Db, 3 — mpopaiuBaHue Ha 5% MaHHUTE,
4 — nipenrnoceBHas o6padotka Db u nocnenyolee npopaiiuBaHue Ha 5% MaHHUTe. JJOCTOBEPHO OTIMYAIOIIMECST 3HAYEHMUST

(n =20) Ha ypoBHe P < 0.05 0603HauYeHbI pa3HBIMU OYKBaMMU.

YPOBEHb MEXIY POCIIMMU Ha MaHHUTE U HEOOpabo-
TaHHBIMU (PUTOTOPMOHOM CTPECCUPOBAHHBIMHU TTPO-
pPOCTKaMMU.

OBCYXIEHUE

OCMOTHYECKUIA CTPECC HEraTUBHO BJIMSII HA pac-
TeHUS, CHMKAsI MX OBOOAHEHHOCTH (puc. 1) U yMeHb-
mast OCB (puc. 2). HeduuuT BOOJOHACHILIEHHOCTU
MPOSIBIISIICSI B MHTUOMPOBAHUM POCTa MPOPOCTKOB,
MPUBOAMBIIETO K YMEHBIICHUIO ILIOMIAAN JHUCThEB
(ta61.). CoIyTCTBYIOIINIT OKCUIATUBHbII CTPECC TaK-
2Ke HapylIaa HeJOCTHOCTh MeMOpaH — MHANKATOPOM
BTOr0 MpoIecca CAYKIWIO YBEIMYCHUE BBIXOIA 3JICK-

®U3NOJIOTHS PACTEHUM Ne 2
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TpoJiuTOoB (puc. 5). JlaHHbIe 3(pheKThl 3aMeTHEE MPOSIB-
JIsuich y pacteHuii copra CHO, 4To CBUIETEIECTBYET O
0OoJiee HU3KOM YPOBHE UX YCTOMYNBOCTH K JEHCTBHUIO
ocMotuKa. PacteHus, BbIpoclIMe U3 CeMsIH, 00pabo-
TaHHBIX Db, MPOSBIISIIN BBICOKYIO CTEIIEHb YCTONYM-
BOCTH K 00E3BOKMBAHUIO, O YeM MOXKHO OBUIO CYIUTh
Mo OOJIbLIEH MIOIIAAY UX JIMCThEeB Ha (DOHE MAHHUTA
Y MEHBIIIEMY YPOBHIO BEIXO/a 3JIEKTPOJIUTOB. BaxkHo
OBUIO BBISICHUTH, KaKie OCOOCHHOCTH BOITHOIO 00-
MeHa y 3TUX pacTeHUI CIOCOOCTBOBAJIM IOBBIIIE-
HUIO UX YCTOMUYMBOCTH.

HakormieHre oCMOTHUYECKM aKTUBHBIX BEILECTB
SIBJISIETCSI OMHUM M3 MEXaHU3MOB, 00eCITeUNBAIOIIX
3aIIUTY PACTEHUI OT OCMOTHMYECKOTO cTtpecca [15], B
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Puc. 5. Dddekt npearnoceBHoit oopadborku 0.4 MkM Db
Ha coJiepxKaH1e CBOOOIHOTO IIPOJIMHA B 7-THEBHBIX ITPO-
poctkax OMm-35 u CHO B yCIOBHSX OCMOTHYECKOTO CTPEC-
ca, MOIEIMPyeMoro 5% MaHHUTOM. I/ — KOHTpOJIb, 2 —
npeamnoceBHast o6paborka Db, 3 — nmpopaiunBaHue Ha 5%
MaHHUTe, 4 — IpeanoceBHast oopadorka Db u mmocneny-
follee popalivBaHue Ha 5% MaHHUTe. JlOCTOBEpHO OT-
Jnyaroiuecs 3HayeHust (n = 12) Ha ypoBHe P < (.05 060-
3HaYeHbl Pa3HBIMU OYKBaMMU.

YaCTHOCTHY, BBI3BAHHOTO I00aBJIECHMEM MaHHHUTA B
nmaTaTeabHbIN pacTBop. Ha oHe cTpecca Habmoma-
JIOCh pe3K0e CHIKEHME OCMOTHYECKOTo ITOTeHIIMAaa
(puc. 4), MAaKCUMaJILHO IIPOSBIISIIONIEECS B JIMCTHSIX
nieHubl copta OM-35, YTO CBUIETEIBCTBYET O Ha-
KOIUIEHMM OCMOTHUKOB. OnpeaelieHHbII BKJIal B 3TOT
MpOoIeCC BHOCWI MPOJIMH, KOHIIEHTPALMSI KOTOPOIO
TaK>Ke MOBBIIIAJIACH B MIPUCYTCTBMU MaHHUTA (pucC. 5).
Panee BreiiBneHo ABK-He3aBucruMoOe HakoIUIeHHE
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3TOr0 OCMOIIPOTEKTaHTa Mon BiusiHUeM Db B HOp-
MaJIbHBIX YCJIOBUSIX IIPOU3PACTAHUS U CBSI3b HAKOILIe-
HUS TIPOJIMHA C MOBPEXICHUEM PACTCHUI ITIIICHUIIBI
TIpY COJIeBOM cTpecce [16], a Takke MoKazaHO OoJee
BBICOKOE COJIep>KaHUe MPOJINHA B COJICUYBCTBUTEb-
HBIX COpTaXx STUYMEHSI I10 CPaBHEHUIO C COJICYCTOMYM-
BeIMM copTamMu Tipn 3aconeHun [17]. Copt OmM-35
s PpekTBHEE CITpaBIsiica co crpeccoM, yem ClO.
Ha6momanace KoMIteHcanusi BO3ACUCTBUSI CTpecca
Ha OCMOTHYECKUI1 CTaTyC ITOOETOB: pa3HOCTh OCMO-
TUYECKUX TIOTCHIIMAJIOB MEXIy TMOABEPTHYTHIMU
CTpecCcy U KOHTPOJBHBIMU PACTEHUSMU y MTPOPOCT-
koB OM-35, ripenobpadoTaHHbIx Db, ObLIa OMMKe K
KOHTpPOJII0, OCOOEHHO Ha CeIbMbI€ CYTKM IIpopacTa-
HHS, B OTJIMYME OT MeHee ycroitumBoro copra ClO.
M3BecTHO, YTO MPOJMH y4acTBYET B CTaOMIM3aLIN
aHTUOKCUIAHTHEIX (pepmeHTOB [18]. IloBBIIIIEHHOE
colepxXaHue IMpoJiIMHA y IpeaodopadboTaHHBIX Db
MIPOPOCTKOB MO CPaBHEHUIO C KOHTPOJIEM IpHUIACT
YCTOMYMBOCTH PACTEHUSIM IIIEHULBI TIPU OCMOTH-
YeCKOM CTpecCe Hapsay ¢ HAKOIUIEHUeM aHTUOKCH -
JIAaHTOB, a MOHIKEHHOE CoAep XaHue NPOJIMHA Y He-
oOpabotaHHbBIX Db mpopocTKOB Ha (oOHE cTpecca
CBUIETEIBCTBYET CKOpee 00 YMEHBIIECHUU ITOBpE-
KIaroliero aeiicTBus MaHHUTA. BuisiBIeHHOEe HaMu
paHee HeOOJIbIIIOEe 00OpaTUMOE YCUJIEHUE reHepalluu
CyINepoKCHU pagukaja IMmoj BIussHueM Db u ogHo-
BPEMEHHO C OTHUM IIOBBIIIEHUE AKTUBHOCTH CY-
MEePOKCUAAMCMYTa3bl, KaTaJM3UPYIOIIEH peakKIIio
ero nucmyTtarnuu B H,O, [16], BHOCUT cBOI1 BKJIam B
npenaganTalio pacTeHU U, BEPOSITHO, CITIOCOOCTBYET
COXpPaHEHUIO 1IEJIOCTHOCTU MEeMOpaHHBIX CTPYKTYpP
KJIETOK ITPU CTPECCE 3a CUET MPEeIOTBPAICHUS ITPOLIeC-
COB MIEPEKMCHOro OKMUCcIeHN munaoB. O ctabuan3a-
M TIIPOHMUIAEMOCTH MEMOPAH KJIETOK TIOJ, BIMSHUEM
b 1pu cTpecce CBUAETENLCTBYIOT JAHHBIE 10 IIPEI0T-
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Puc. 6. BoIxo 3J1€eKTpOIMTOB B IIpeao0padboTaHHbIX U HeoOpaboTaHHBIX 0.4 MKM Db npopocTkax mineHulbl copta Om-35 u
CIO, BbIpallleHHbIX Ha 5% MaHHUTE. | — KOHTPOJIb, 2 — TIpearnoceBHas oopadbotka Bb, 3 — npopamuBanue Ha 5% MaHHUTE,
4 — npenmoceBHas 06padoTka Db u mocnenyolee npopamyBaHue Ha 5% MaHHUTE. [JOCTOBEPHO OTJIMYAIOIIMECS 3HAYCHUS

(n=12) Ha ypoBHe P < 0.05 0603HauYeHBI pa3HBIMU OYKBaMM.
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BpAILICHUIO HETATUBHOIO IEWCTBUS OCMOTUYECKOTO
cTpecca Ha 9K300CMOC 3JIEKTPOJIUTOB B MMpe10opado-
taHHBIX Db TpopocTkax (puc. 6), 4To CrTOCOOCTBOBA-
JIO YIIyYIIEeHWIO mapaMeTpoB pocTta [2]. [ToRmkeHHbII
YypOBEHb OCMOTHUKOB y 00paboTaHHBIX Db pacTeHmit
MOT OBITh TAKXKE CJIeICTBUEM 0o0Jjiee BBICOKOI OBOJI-
HEHHOCTH 3THUX pacTeHuil Ha ¢oHe cTpecca (puc. 1).
Kpome Toro, mogaepxkaHnme 6ojiee BHICOKOU CKOPO-
CTH pocTa o BiIusiHueM Db Hen306eXKHO COIIPOBOXK-
JIaJIOCh PACXOIOBAHUEM caxapoB Ha POCT, YTO MOLJIO
MPUBECTH K UX HEXBaTKe IJIs1 MOMICPXKaHUS OCMO-
JISUIbHOCTU KJIETOK.

Ellle onuH BaXXHBIN MexaHU3M anarnTaluy pacTe-
HU K 1e(ULIUTY BOAbI, BBI3BAHHOMY MPUCYTCTBHEM
MaHHMTA B MUTATEJIbHOM cpese, 3aKI04aeTcsl B CHU-
>KCHUM TpaHCIUpAIUU, KOTOpasi JOCTUTAeTCs KaK 3a
CYET YMEHbIIIEHMUS TUIOLIAIN JIUCTHEB, Uepe3 KOTOpbIe
MPOUCXOAUT UCTIAPEHUE BOJIbI, TAK U 3a CUET 3aKPbIBa-
HUSI YCTBULI. YMEHbIICHUE TPAaHCIIUPALIMOHHBIX TT0-
Tepb KOMITEHCUPYET IMOHWUXKEHHOE TTOCTYTUJIEHUE BOJIbI
U3 NUTATEJBHOTO pacTBOpa, B KOTOPOM MPUCYTCTBY-
10T ocMoTuku [19]. Kpome Toro, yMeHbllleHUE TII0-
IaJIU JIMCThEB CHUXAeT UX CIIOCOOHOCTh MOTJIOIATh
CBET U TEM CaMbIM OTPUILIATEJIbHO CKa3bIBaeTCsl Ha
¢dorocuHTe3e. He ynuBUTENIBbHO, UTO B HAIIIMX SKCIIC-
pUMEHTaX yMeHbIIIeHWEe TUIoIIaan JUCTheB (Tab.) B
pe3yJibTaTeé OCMOTHMUYECKOIO CTpecca COMpPOBOXIA-
JIOCh CHMDKEHMEM HAKOTIJIEHUSI CYyXOM MaccChl pacTe-
HUI U, OUeBUIHO, ObUIO €ro MPUYUHOM, UTO YKa3bl-
BaeT Ha MHIMOMpoBaHue porocuHTe3a. (PaHee Hamu
OIMMCAHO BJIMSIHUEC MaHHMUTA Ha CYXYyIO Maccy pacTre-
HUI B TeX ke ycaoBusx [2]). Hamporus, yBelmueHue
IO JINCTheB y 00paboTaHHBIX Db pacTeHmit
COMPOBOXIAJIIOCH HE TOJIBKO YBEJIMUYEHUEM TPAaHCIIU-
pauuu (puc. 3) 1o CpaBHEHMIO C KOHTPOJIbHBIMU, HO
1 HaKoIJIeHneM cyxoii Macchl. Cyxas Macca JIUCTbeB
y 000MX HCCIeAOBAHHBIX COPTOB, BBHIPAILLIEHHBIX U3
npenodpadboTaHHbIX Db ceMsH, K ceAbMbIM CyTKam
cTpecca yMeHbllalach 10 CPaBHEHWIO C pacTeHUs-
MU, KOTOPBIE POCIM B OTCYTCTBHE OCMOTHYECKOIO
cTpecca, B MeHbllell CTeleHU, YeM Y CTPeCCUPOBaH-
HBIX HeoOpaboTaHHbIX Db pacreHuit — Ha 9% M
OM-35 1 20% nna CIO, o cpaBHeHUIO ¢ 24% 1 39%
y HeoOpaboTaHHBEIX DB cTpeccupoBaHHBIX pacTe-
HUi, COOTBETCTBEHHO.

YBenuueHue Tpancnupauuu y pacrenuii CHO non
BAUSIHUEM Db B CTPecCOBBIX YCIOBUSIX MOXKHO CBSI-
3aTh C OOJIbIIEH TIOIIAAbIO JIMCTheB pacTeHUuid. Of-
HAKO 3Ta CBSI3b He MpociexXuBaeTcs B ciydae OM-35.
VY pacTeHmMiT 3TOro copra IUIOIIAAb JHUCThEB ObLIA
MEHBIIIE, YeM B KOHTPOJIE, a II0 YPOBHIO TpaHCIIMpPa-
LIMU pPACTeHUSsI He ObLIU OJIM3KU K KOHTPOJTIO. DTH pe-
3yJIbTaThl YKa3bIBAIOT Ha POJIb €llle OJHOro (pakTopa B
MOBBLILIEHNM TpaHCIIMpalMKU IIo4 BiaussHueM ODBb.
DM (HaKTOPOM SIBIIIETCS ITOBBIIIEHUE YCTHBUYHOM
MpoBOAUMOCTU. OTKPBITHE YCTHUIL MOTJIO HE TOJIBKO
CITOCOOCTBOBATh ITOBBIIICHUIO TPAaHCIIUPALMU, HO U
MOIJEPKaHUIO 6ojiee BBICOKOI CKOPOCTU (DOTOCUH-
Te3a y pacteHuit copra OM-35 Ha PoHEe ocMOTHYE-
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CKOrIo cTpe€cca. BC,I[I: NOCIEIHUIA IIPpOLICCC HAITPAMYIO
3aBUCHUT OT ITOCTYIIVICHUA YE€PE3 YCThbMLA YIJICKHNCJIO-
To rasa.

Yro XK€ MOrJo ObITh MNPUYMHONI ITOBBILICHUS
YCTBMYHOI MPOBOOUMOCTH y pacteHuii copra Om-35
nox BistHreM Db? [TokazaHo, 9TO KpaTKOBpEeMEHHOE
Bozaeiicteue BC npuBoguT K 3aKpbITUIO yCThUll [20].
OnHako Opu IJIATENIbHOI 00paboTKe pacTeHUIA IIpe-
napatroM BC ycTbMYHAasI mpOBOAMMOCTH BO3pacTaeT
[21]. BaxxHo To, yTo y pacteHuit Om-35 (B oT/inuue oT
CIO) Db npenoTBpalliajl CHUXKEHHUE YPOBHSI LIUTOKU -
HWHOB [2], a 3TV TOpPMOHBI, KaK U3BECTHO, TTOIICPKI -
BaIOT YCThUIIA B OTKPBITOM cocTosiHUM [22]. LluToku-
HUHBI TaKXK€ UTPAIOT BaXKHYIO POJIb B MOAICPKAHUU
pocTa mucTheB [23].

Takum o6pa3omM, yCKOpPEHHE POCTa JIUCThEB U I10-
BBILIEHNE YCTbUYHOM MPOBOAMMOCTH MOIJIM UIPATh
BAXKHYIO POJIb B YBEJIMYEHUU YCTOMYMBOCTU PACTEHUIA
MIIIEHULIBI K OCMOTUYECKOMY CTPECCy Y pacTeHUit, 00-
paboraHHbBIX Ob. 3HaunTenpHBI BKiIan B 3dpdekt Db
IIpU CTpecce BHOCUT HAKOIUJIEHUE MTPOJUHA U BIUSI-
HUE 3TOro (PUTOTOPMOHA Ha PEOOKC-CTAaTyC pacTe-
HUA TIIEHULIBI.

Kak mpaBuiio, obcyxaeHre MexaHu3Ma peryJisi-
1IMM BOAHOTO OOMEHa IMpU CTpecce OrpaHUIMBAETCS
peaxiyeil yctbull. BMecTe ¢ TeMm, caMo 1o cebe moJi-
Jiep>XKaHUue YCTbUIl B OTKPBITOM COCTOSIHUM MOXET
MPUBECTU K CHUXEHUIO OBOJIHEHHOCTU PACTEHUI B
ycJIOBUSX AeduumnTa Boabl. OQHAKO 3TOro Mbl He Ha-
Oomanu B 3KCIEpUMMEHTaX, e obpaboTka Db He
TOJILKO HE CHMXKaJla OBOJIHEHHOCTU JIMCTHEB B YCJIO-
BUSIX CTpecca, HO J1aXe CIIocOOCTBOBajla €€ MOBBIIIe-
HUIO0, HECMOTPsI Ha TIOBbILIIEHHbIN YPOBEHb TPAHCTIU-
paluu. DTU pe3yJibTaTbl CBUIETENBCTBYIOT O TOM, UTO
O b MoJ0XUTETBHO BIMSIET HA CIIOCOOHOCTb paCTEHU
MorjionaTh BOLy, KOMIIEHCUPYsI BO3pOCIINWE TpaHC-
MUPALIMOHHbIE TTOTEPU. DTO MOIJIO MTPOUCXOIUTH 3a
CUeT aKTMBAlLIMU POCTa U pa3BUTUs KOpHeit [2]. Allb-
TepHAaTMBHOE OOBSICHEHHE MOXKET 3aKJIoyaThCcsl BO
BIMSIHUM Db Ha TruapaBIUYecKyl0 TPOBOIUMOCTD
KopHeii. M3BecTHO, yTo BC MOTyT BIUSATH HA aKTUB-
HOCTbh akBariopuHOB [24]. [ToxyyeHHEIe HAMU pe3yJib-
TaThl YKa3bIBalOT Ha BECbMa BaXKHYIO POJib, KOTOPYIO
BC moryT urpaTh B peryJsiLiii TUAPaBIMYECKOM ITpo-
BOJMMOCTHU pacTeHUi, obecrieunBasi TeM caMbIM MO/~
Jiep>kKaHre UX pocTa U OBOJHEHHOCTU B YCJIOBUSIX J€e-
duimta Boapl. OHU TaKKe CBUIETEJILCTBYIOT O HEO0-
XOJIMMOCTHU AaJIbHEUIIero u3ydeHust BausiHus Db Ha
CMOCOOHOCTb KOPHEM MOTIJIoIATh ¥ IPOBOJIUTH BOY.

SAKJTIOYEHHMNE

ITonyyeHHbIE JaHHBIE CBUACTEIBCTBYIOT O TOM,
YTO HAKOIUICHWE OCMOJINTOB M CTAOMIU3aInsI MEM-
OpaH, 00ycJIOBJIECHHAsI, BEPOSITHO, CHIDKEHUEM YpPOB-
HSI TIPOLIECCOB TEPEKMCHOTO OKHWCJICHUS JIMITUIIOB,
obecreunBaloT 3alIUTHLIN 3P dekT Db Ha 1TokazaTeau
BOIHOTO OOMEHa W CTUMYJIIIIMIO pOCTa JINCTHEB B
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YCIOBUSIX OCMOTHYECKOro crpecca. O Gosee yCIeIrHoM
MPEOA0JEHUN BO3ICHCTBUSI OCMOTMYECKOTO CTpecca
B Db npenobpabGoTaHHBIX PACTEHUSIX YCTOWUYMBOTO
copta OM-35 cBUIETEIBCTBYET KOMIIEHCALIUS BO3-
JIecTBUS MaHHUTA Ha ocMoTrnueckuii cratyc m1 OCB,
He3HAaYUTEeJIbHOE CHIDKEHME TpaHCIIMpaly Ha (hoHe
cTpecca 1, Kak pe3yjbTaT, MeHbIIIasi CTeIIeHb CHIKE -
HMS CyXOi Macchl, yeM y HeycToirunBoro copta ClO.

Pabora BeimorHeHa B pamKax roc3amaHus (Ne roc.
peructparun AAAA-A16-116020350029-1) ¢ mpu-
BJIcYeHHEM NpubopHOoro mapka LleHTpa KOJIeKTUB-
HOro noab3oBaHusd “buommka” (OTneneHue OMOXM-
MUYECKUX METOIOB MCCIEIOBAaHUN M HAHOOMOTEX-
Hojoruu PernoHajJbHOTO LIEHTpPa KOJUIEKTUBHOTO
MMOIb30BaHMus “Arunend”) U YHUKAJIbHONM HayIHOM
ycraHoBku “KOJMHK”.

ABTOpBI 3asBIISIIOT 00 OTCYTCTBMU KOHG(JIMKTA
nHTepecoB. HacTosias ctatbsl HE COOEPXKUT KaKUX-
JINOO UCCIIENOBAHUIA C y4aCTHUEM JIIOACH 1 XKUBOTHBIX
B Ka4eCTBE OOBEKTOB HUCCJIETOBAHMIA.
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BAKTEPUU POJIA Azospirillum HA BCXOXECTbh I MOP®OMETPUYECKUE

XAPAKTEPUCTUKHA IMPOPOCTKOB APOBO IIIIEHUIIBI
P CMOJAEJINPOBAHHBIX ABUOTUYECKUX CTPECCAX
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BriepBbie mosydyeHbl JaHHBIE O BIMSHUU JEKTUHOB IBYX IITAMMOB a30CIIMPWII — Azospirillum brasilense
Sp7 (antucur) u Azospirillum brasilense Sp245 (3H10GUT) Ha BCXOXECTh M POCTOBbIE XapaKTEePUCTUKU paC-
TEHUSI-X03sMHa TP aOMOTUYECKUX CTPECCax, YCTAHOBJIEH AMAMa30H ONTUMAIbHBIX KOHIIEHTPALIM U Ol1e-
HEH BO3MOXHBIN 3aIIUTHBII M POCTCTUMYJIUPYIONIN 3(pdeKT, OKazbiBaeMblii TaHHBIMU TJIMKOTIPOTENHA-
mu. B pe3ysbTaTe MpoBeAeHHBIX UCCIIeN0BaHUM ObLIO ITOKAa3aHO, YTO JEKTUHBL A. brasilense Sp7 u Sp245 c
pas3nuuHON 3(PPEeKTUBHOCTHIO HUBEJIMPOBAJIM OTPUIIATEILHOE BO3IEHCTBUE CMOIEIMPOBAHHBIX aOUOTH -
YECKHUX CTPECCOB — Tsikeblx MeTa/uioB (CuSOy4, CoSO,4, ZnSO,4, Pb(CH;COO0),), runo-, runeprepmuye-
CKOTO CTpecca, 3aCOJICHUs U 3aCyXM, BBI3BIBAIOIIUX CHUKEHUE BCXOXECTU ceMsiH. JIjisi 000uX 1mTaMMOB
HaunOoJjiee BhIpaKeHHbI 3((EKT B OTHOIIICHUH BCXOXKECTU HAOIIOAAJICS B CJIydae BO3AEUCTBUS TIKEJIBIMU
MeTasutaMu. OOHapyXeHO TIOJIOKUTEIbHOE BIIUSTHUE JIEKTUHOB Ha MOp(OMETpUIECKUE TTapaMeTpbl KOpP-
Hell TPOPOCTKOB MIIeHUIIbI. Pe3ynbTaThl MPpOAEeMOHCTPUPOBAIM CTUMYJIMPYIOIIee BO3AECTBIE JIEKTUHOB
Ha JUIMHY Y KOJIMYECTBO KOpHei. JIEKTUH 93HI0(hUTHOTO 1ITaMMa MPOSIBIIST 60Jiee BBICOKYIO 3(h(hEeKTUB-
HOCTb, BBIPAKAOIIYIOCs B 60jiee BHICOKOM YpoBHE 3(hdeKTa M B MEHBIIIMX KOHIIEHTPAIMSIX IO CPABHEHUIO
C JIEKTUHOM 3TU(MUTHOTO IITaMMa.

KiroueBble cioBa: Azospirillum brasilense, accounaTiuBHbIE OAKTEPUU, JIEKTUHBI, OTITUMAJIbHbIE KOHIIEHTpPA-

LIMH, TIIIEHULIA, POCTCTUMYJIMPYIOIIAsi aKTUBHOCTb, a0MOTUYECKUE CTPECCHI

DOI: 10.31857/S0015330321010024

BBEAEHWE

VYBelIudyeHue MPOAYKTUBHOCTU  CEIbCKOXO3sIii-
CTBEHHBIX KYyJIbTYp, 3(h(GEeKTUBHOE U OTpaHUYCHHOE
WCIIOJIb30BaHME YIOOPESHUIA 1 CPEACTB 3aIIUTHI pacTe-
HUIi1, a TaKKe TTOBBIIIEHNE YCTOMYMBOCTA W amariTa-
LMK pacTeHUI K HeOIaronpusTHBIM arpOKJIMMaTAde-
CKMM YCJIOBUSIM M aQHTPOIIOTEHHBIM BO3OCHCTBUSIM
SIBJISIFOTCSL aKTyaJlbHBIMU BOIIPOCAMU COBPEMEHHOTO
CeNbCcKOoro xo3siicrBa. OIHO M3 BaXXHBIX Harpabiie-
HUII — MOUCK NPOAYLIEHTOB OMOIIPEIIapaToB HOBOTO
MOKOJICHUSI C SIPKO BBIPAXXEHHBIMU KOMIUIEKCHBIMU
cBOMCTBaMM  (POCTCTUMYIUPYIOIIUMH, CTPECCIIPO-
TeKTOpHBIMU). [TomoOHbBIe UCcaenoBaHus OyIyT CIO-
CcOOCTBOBATh pPa3pellIeHUIO MPOOJIEM He TOJIBKO MOJTy-
YEeHMSI DKOJIOTMYECKM Oe30MaCHBIX arpoIpoOayKTOB,
HO U TTOBBIILICHHUIO 5KOJOTMYECKOM YCTOMYMBOCTH ar-
PORKOCHUCTEM.

ITepcrieKTUBHBIM B 3TOM IUIaHE SIBJISICTCSI YIIyO-
JIECHHOE M3y4YyeHHe CBOMCTB Oaktepuii Azospirillum.
B puzocdepe 3makoBBIX 3TN 6akTeprun (POPMUPYIOT

BBICOKO(M(EKTUBHBIE aCCOLMAIINN, OKa3bIBAIOIINE
CTUMYIMpYIoIIuii 3¢h¢eKT Ha POCT U pa3BUTHE pacTe-
HUIA, BKJIIoYas IeHuiry. OgHaKo JeTaar 3TOro B3au-
MOZIENCTBYSI TIOKA OCTAIOTCSI HE IO KOHIIA U3BECTHBIMU.
B npupone oHM MOTyT KOJIOHM3UPOBATh KaK IMOBEPX-
HOCTb, TAK Y BHYTPEHHME TKaHU KOpHEil pacTeHUil, 1
00pazoBaHUe MOJOOHBIX CUMOMO30B IMPUBOIUT K ITOBHI-
IIEHUIO TPOTYKTUBHOCTH 3JIAKOBBIX [ 1—3].

N3BecTHO, 4YTO TIOJOXUTEJILHOE BO3JIEHCTBUE
bakTepuii pona Azospirillum Ha pocT, pa3BUTHE U YpO-
KafHOCTh pacTeHNIA HOCUT MHOTO(MAKTOPHBIN Xapak-
Tep. B 31011 CBSI3M 3HAYMMBIMU ITPU3HAKAMU CUUTAOTCSI
HE TOJIBKO BBICOKASI a30T(PMKCHUPYIOIIAsl aKTUBHOCTb,
CITOCOOHOCTH K MMPOIYKIIMHA (PUTOTOPMOHOB, (DYHTH -
LHUaHass U OaKTepULMAHAST aKTUBHOCTb, HO TaKXke
CUHTE3 BBICOKOMOJICKYJISIPHBIX OMOJOTMYECKN aK-
TUBHBIX BemiecTB [3, 4]. K Takum BelrecTBaM OTHO-
CATCS JIEKTUHBI — (IJIMKO)IIPOTEMHBI, CBSI3LIBAIOILIME
CTPOTO OIpeAe/ieHHbIE YIJIEBOAHBIC I'PYMIILI HA I10-
BEPXHOCTU KJIEeTKHU-MUIIeHN. C MOBEPXHOCTU ABYX
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OTJIMYAIOIINXCS IO CITOCOOY KOJIOHU3AINX PaCTeHUI
IITAMMOB aCCOLIMAaTUBHBIX a30TPUKCUPYIOLINX OaK-
tepuit — A. brasilense Sp7 (ammdut) u A. brasilense
Sp245 (sHmoduUT) — OBUIM M30JIMPOBAHBI JIEKTHUHEI,
SIBJISTIOIIMECS TIMKOIIPOTEMHAMU € Pa3sIMYHbBIMU MO-
JIEKYJISIPHBIMM MacCaMM U YIJIEBOIHOI crieuuduy-
HOCTbIO |3, 6].

HakommBmmiicss OOIIMPHBIIN MAacCHUB 3KCIICpU-
MEHTAJIbHBIX JAHHBIX 10 JIEKTUHAM a30CIUPUILI I103-
BOJISIET TOBOPUTH O MOJMGDYHKIIMOHAILHOCTA 3TUX
0enkoB. JIeKTUHBI CITOCOOHBI HE TOJILKO 00OpaTUMO U
cnelUUYeCcK CBSI3bIBAThCS C KJIETKAMU-MUILICHS -
MM, HO U OBITh OMOJIOTMYECKN aKTUBHBIMY BEIIIECTBA-
MU, CIIOCOOHBIMHU BBI3BIBaTh KJIETOUHbIE OTBEThI B HU3-
KMX KOHILIEHTpalUsIX. DTOT (PaKT Hallesl IMOATBEpXKIe-
HY€ B HAIIMX IIPedblmoylux ucciaemoBaHmsx [7—I13].
brum 1romydeHBI JaHHBIE, TTOATBEPXKIAIONINE CITOCO0-
HOCTb JIGKTUHOB WM3MEHSITb CONEPXKaHUE CTPECCOBBIX
MeTabO0JIMTOB B pacTUTeNIbHOM KiteTke [14, 15]. [Tocnen-
Hee CBUIETEILCTBYET O CITOCOOHOCTU JIEKTUHOB BBICTY-
MmaTh B KaueCTBEe MHAYKTOPOB adaNnTallMOHHBIX TIPO-
LIECCOB KOPHEM ITPOPOCTKOB IIIIEHUIIEL.

Lles paGoThI — CpaBHUTEIBHOE MCCIICTOBAHNE BITH-
STHUSI JISKTUHOB 3MuUTHOrO 1TamMma A. brasilense Sp7
U SHIO0UTHOTO 1ITaMMa A. brasilense Sp245 Ha Bcxo-
JKeCTh ¥ U3MEHEHWE POCTOBBIX MPOIIECCOB ITyTEM PETH-
cTpaiu MOp(OMETPUIYECKUX XapaKTePUCTUK KOPHE
MPOPOCTKOB PACTEHUSI-XO3sIMHA TMPU CMOAEIUPO-
BaHHBIX A0MOTUIECKHX CTpeccax.

MATEPHAIJIbI 1 METO/IbI

MHuUKpOOpraHu3Mbl M YCJIOBHSA KYJIbTHBHPOBAHMS.
OOBEKTOM HCCIAEAOBAHUSI CIYXKWIM JBa IIITaMMa
a30T(UKCUPYIOIINX ACCOLIMATUBHBIX OaKTepuil poaa
Azospirillum — A. brasilense Sp7 (ATCC 29145) u
A. brasilense Sp245 (IBPPM 219) — u3 kojiekiuu
MUKpoopranmnsMoB I MHcTuTyT onoxummi n (pru3no-
JIOTUM pacTeHuit u mukpoopranusmoB PAH (http://
collection.ibppm.ru).

ITonyyenue npenapaToB JeKTHHOB. BrioencHue
JIEKTUHOB C MOBEPXHOCTU KJIETOK OaKTepuii MpoBo-
o MetogoM Dmrmata [16]. OYMCTKY M3ydaeMbIX
OEJIKOB OCYIIECTBJISUIN Telb-(PuibTpaliueil Ha KOJIOH-
ke (30 x 2.2 cm) ¢ cedpanekcom G-75 (muaMeTp 4aCTUILL
40—120 mxMm). Bbixon 6eJKOBBIX (hpakiinii prukcupo-
Baym Ha ripuoope Uvicord S11 (LKB) mipu A = 278 HM.
B kauectBe amoeHToB rcnonb3oBaiv 0.1 M CH;COOH
(pH 4.8), a Ttakke 0.05 M ddocdaTHbil Oydep
(pH 7.0), comepxammmii 0.15 M NaCl. CkopocTb 110-
ToKa — 1.5 My1/MuH. JIEKTMHOBYIO aKTUBHOCTH OIIpe-
JeJISTA peakiiei arnIioTHHALIY, UCTTONB3Ys 2% cyc-
MEeH3UI0 TPUTICUMHU3UPOBAHHBIX KPOJIUYBUX BPUTPO-
ouToB. JlektuH A. brasilense Sp7 mMen MOJICKYISIPHYIO
Maccy 36 kJla v TIposIBJIsUT cielMPUIHOCTD K L-dy-
ko3e (1.87 mM) u D-ramakrosze (20 mM). JlekTuH
A. brasilense Sp245 nposIBIISLI CPOACTBO K COOCTBEH-
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HOMY TOJIMcaxapyuay — Kuciaomy D-paMHaHy 1 UMeT
MOJIEKY/ISIpHYIO Maccy 67 kJla.

OmnpeneneHne KOHIEHTpanuu Oenka. KoiamyecTBo
Oenka orrpenensuiu Mo metony bpendopn [17].

Crepunm3anusi ceMsiH, OJTyYeHne KOpHeii mpopocT-
KoB. CeMmeHa nuueHulbl Triticum aestivum L. copta
Caparosckas 29 (FTHY HUUW Cenbckoro xo3siiicTBa
IOro-Boctoka PCXA, Capartos, Poccust) ObLIN ITO-
BEPXHOCTHO cTepuin3oBaHbl B 70% (v/v) 3TaHoje
1 MUH, OTMBITBI MHOTOKPATHO CTEPUJIbHOM BOJONA.

[isi 1abopaTOpPHOTO MOJEJIMPOBAHUS YCIOBUIA
3arpsisHEHUS TSDKEJIBIMU MeTaJJTaMU, TUTIO-, TUTIEpTep-
MMU, 3aCOJIEHUS U 3aCyXM CEMEHA MIIIEHU1IBI TTPOpaILIM-
Bai B vaikax Iletpu Ha (uIbTpoBaIbHOI Oymare ¢
J00aBIeHNUEM JIEKTMHOB (KOHLIeHTparus 5—40 MKT/MT;
KCIO0JIb30BaHHbIE KOHIIEHTPAIlUW ObUIN TOJ00paHbI
B TIpeIBApUTEIbHBIX 9KCIIEPUMEHTAX) U COJICi TsKe-
aeix MetaoB — CoSO,, ZnSO,, Pb(CH;COO),,
CuSO, (xonuentpanus 1 MM), 1% NaCl u 5% caxa-
po3bl (HamboJiee MCIIOJIb3YyeMBbI METOH OICHKH
YCTOWYMBOCTM pacTeHUU K aeduumty Biarm). s
aHaju3a AelCTBUS TMIO- U TUTIEPTEPMUU Ha MTOKa3a-
TeJIM pa3BUTHS 3€pHa MIIIEHUIIbI BbIpalllMBaIu B Cpe-
Ie ¢ noOaBeHWEM JIEKTUHOB IIpU TeMIlepaType 5 u
42°C, cOoOTBETCTBEHHO. B KauecTBe KOHTPOJSI BbI-
CTyINaJIu KOPHU NPOPOCTKOB, BbIpAalllEHHbIE HA IU-
cTuuupoBaHHO# Boje mpu 25°C. O6beM BbIOOPKU
coctanysit 20 ceMsIH B 3-KpaTHOM MOBTOPHOCTU IS
KaXXJ1I0Tro BapvaHTa.

B skcnepuMeHTaxX MCIONb30BaId 4-CyTOUHbBIE
npopocTku. Onpenessyii BCX0XeCTh 36 pHOBOK. [lJis
M3MEPEHUsI POCTOBBLIX IMOKa3aTeseil KOpHel MNpo-
POCTKOB HCIIOJb30BaId MOP(POMETPUUYSCKHUE ITOKa-
3aTeIN: YMCJIO U IUIMHY KOPHEM, UX CBIPYIO Maccy.

CrarucTHyeckas o0padoTka pe3yabTaToB. Bee m3-
MEPEHUS BBITTOJHSIN B TPEX OMOJOTUYECKUX U TPeX
aHAJIUTUYECKUX MOBTOPHOCTSIX. AHAIU3 TIPOBOAMIICS
¢ mcrionb3oBaHueM makera rmporpamMmm AGROS g
CTaTUCTUYECKOTO U OMOMETPUUECKO-TEHETUIECKOTO
aHajii3a TpU CeJIEKLIMU U CeJIEKLIMU pacTeHU (Bep-
cug 2.09; Otnen ctatuctudeckoro aHanu3a Poccuii-
CKOI aKaJeMUU CeIbCKOXO3sICTBEHHBIX HayK). Ha
pUMCyHKaX TIpUBEIEeHbl CpelHue apudmMeTuyeckue
3HAUYEHUS] U UX CTaHJApTHbIE OTKJIOHEHUs. 3Ha4Yu-
MOCTb OTJINYHI MEXNY CpEAHUMMHM 3HaAYCHUAMU
OIpenesiyiu, WCIoJb3ys f-kKputepuii CTblogeHTa
npu ypoBHe P < 0.05.

PE3YJIbTATDBI

B mutepatype TIpencTaBieHO TOCTaTOYHO CBEICHMIA
O HETaTUBHOM BO3IECHCTBUM PA3IMIHBIX CTPECCOB Ha
¢dusnogornyeckre Mpouecchbl pacTUTEILHOTO Opra-
HMU3Ma, OCOOEHHO Ha 3Tame mnpopacranus [18, 19].
B 1aGopaTtopHBIX YCIIOBHSX B IEPBYIO OUepeIb OLICHM -
BalOT BCXOXECTh CEMSTH U POCT KOPHEil TPOPOCTKOB.

Hnsa viccitenoBaHWit GBUTH B3STHI KOHIICHTPAITHN
JIEKTUHOB oT 5 mo 40 mkr/mia. Beibop mmamaszoHa
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Puc. 1. Bnusaue nektruHoB Azospirillum brasilense Sp7 n Sp245 Ha BCXOXECTb CEMSIH TTPU BO3IEHCTBUM aOMOTUUECKUX CTPEC-
coB. PesynbraThl mpeacTaBieHbl Kak cpeqHue apudMeTuyeckrue 3HaueHUs CO CTaHIapTHON olnobkoil. PazHbiMu OykBaMu
0003HaYeHBI JOCTOBEPHO oTMyaminuecs BeauduHbl (P < 0.05). / — KOHTpOJb, 2—5 — JIeKTUH, KOHIIEHTPpallui KOTOPOTrO CO-

crasysiu 5, 10, 20, 40 MKT/MJ1, COOTBETCTBEHHO.

KOHIIEHTpallMii B JAHHOM CJiydyae MIpaeT BaXKHYIO
poJib U ObLI OCHOBAH Ha paHee MPOBENCHHbIX UCCIIe-
JMIOBAaHUSX W TIOJyYEeHHBIX pesyibraTax [7—15]. Ha
puc. 1 ipencraBiieHbl pe3ybTaThl U3ydyeHUs JJabopa-
TOPHOM BCXOXECTH CEeMSTH MILEeHUIIbI HAa YeTBEPThIC
CYyTKM Mocjie Hayaja 3KcrnepumeHTa. CMmoaenupo-
BaHHblE a0MOTUYECKUE CTPECChl — COJM TIXKEIbIX
metauios (CuSO,, CoSO,, ZnSO,, Pb(CH;COO0),),
TepMocTpecc (TUMo-, TUIepTepMusi), 3acojieHUue U
3acyxa MPUBOJIWIM K CHUXKEHUIO BCXOXECTU CEMSIH.
I1pu npopalMBaHUU CeMSIH B TIPUCYTCTBUU JIEKTU -
HOB A. brasilense Sp7 n Sp245 nipoucxoaniao HUBEIN-
pOBaHWE OTPUILIATEILHOTO BO3IEHCTBUS CTpeccoB. B

XO[Ie IKCIIEPUMEHTA OBIJIO YCTAHOBJIEHO TTOBHITIICHUE
roKasartesisi BO BCEX BapHMaHTaxX OIbITAa IO CpaBHE-
HUIO ¢ KOHTpoJieM. JIEKTUH 3HAO(UTHOrO IITaMMa
TIPOSIBIISITT TIOBBIIIIEHHYIO CITOCOOHOCTD YBEIMYNBATD
BCXOXECTh CeMsTH. [1Jis1 BCeX BUIOB CTPECCOBBIX BO3-
JIeMICTBUI1 B cirydae JieKTuHa A. brasilense Sp7 Makcu-
MaJTbHBIN TTOKa3aTe b OBIJT OTMEUYEH TP KOHIIEHTpa-
uun — 10 MKr/mi, st aekTuHa A. brasilense Sp245
IpY KOHILIEHTpALMU JIEKTUHA — 5 MKT/MII (puc. la, 6).
Camblit MakCUMaJIbHBIN 3P deKT O oboux mTaM-
MOB B OTHOILIEHUU BCXOXECTHU HAOIIOAJICS B ClIydyae
BozneiictBusi Pb(CH;COOQO),. s ieKTiHa 31UduT-
HOTO IITaMMa OH cocTaBist1 75% w mist SHTOGUTHO-
®U3MOJIOTUS PACTEHUM Ne 2

TOM 68 2021
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Puc. 2. BausiHue nektuHoB Azospirillum brasilense Sp7 u Sp245 Ha IJIMHY U MacCcy KOpHeil Ipy BO3AEUCTBUU aOMOTUYECKUX
cTpeccoB. Pe3ynbraThl MpeAcTaBlIeHbl KaK cpeiHre apudMeTnYecKue 3HaYeHHS CO CTaHIAPTHOM oln6Koii. PasHbiMu OyKBa-
MU 0003HaYeHBI TOCTOBEPHO oTiimyatomuecs BeauduHbl (P < 0.05). / — KOHTpob, 2—5 — IEKTUH, KOHLIEHTPAIlM1 KOTOPOTO

coctasisiau 5, 10, 20, 40 MKIr/MJ1, COOTBETCTBEHHO.

ro mramma 80% ot koHTpois (puc. 16). Heckonbpko
HUXKe ObLIM 3HaYEHUSI B BapUaHTaX C COJISIMU MEAU U
KobaJibTa, a TakXKe MpU TMIepTepMUUn U 3aCOJIEHUM.
JoCTOBEepHBIX OTAUYMI MeXIy 3TUMU BapuaHTaMU
oOHapyXeHo He ObLI1o (pUc. 10).

CemMeHa, mpopallliBacMble B YCJIOBUSIX M3ydae-
MBIX CTPECCOB, GOPMHUPOBATIN 3apOABIIIEBEIC KOPHI
MEHBIIIEH ITMHBI 1T0 CPaBHEHUIO ¢ KOHTposieM. Jdmm-
Ha KOpPHEM MPOPOCTKOB B KOHTPOJIE B CPEAHEM CO-
craBmsuia 4.4 = 0.2 cm. Ilpu npopammBaHUM CEMSTH
TIIIEHUIIB! B TIPUCYTCTBUH JIEKTMHOB MIPOVICXOIMIT POCT
rokasareJjisi JUIsI BCeX BapuaHTOB omnkbiTa (puc. 2a, 0).
st 060MX M3yJaeMbIX JICKTHHOB HaOJIIOnaIach WICH-
TUYHAs KapTMHA — HauOOJbIIIee TTOBBIIIEHNE TTPOUC-
XOIWJIO B Cyyae CMOMAETMPOBAHHON 3acyxu. Takke
KaK ¥ B IIPEIBIAYIIEM clTydae, JICKTUH SHI0(PUTHOTO
mTaMMa Obl1 3pPekTBHEe. MakcManbHOE 3HAUYe-
HUe ToKazaTeJst ObU10 3a(pUKCUPOBAHO MPU KOHIIEH-
Tpauyu JektuHa 10 Mxr/mi (6.2 £ 0.2 cMm), B TOXe
BpeMs I JIeKTuHa A. brasilense Sp7 MaKCMMaTbHBINA
a(deKT ObUT OTMEUEH MpU KOHLIEHTpauu 20 MKT/MII
(5.7 £ 0.1 cm) (puc. 2a). HeckoJIbKO MEHBIIINM, HO
TaKKe JOCTAaTOYHO BBICOKMM OBUT POCT TIOKAa3aTessl B

®U3NOJIOTHS PACTEHUM Ne 2
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cilyyae TUIIEpTEpPMMYECKOro Bo3aeiicTBus. Makcu-
MaJIbHbIe 3HaYeHUS ObUIM 3a(pUKCUPOBAHbI IIPH TEX XKe
KOHIICHTPALMSIX JIEKTHUHOB M cocTaBmsiia 5.2 + 0.1 cm
nist nektuHa A. brasilense Sp7 v 5.7 + 0.3 cm mis Sp245
(puc. 2a).

ChIpas Macca 3apoJIbIIIeBbIX KOPHEI Mpy mpopa-
IIIUBAaHNM 36PHOBOK B YCJIOBUSIX CTPECCOB BapbUPO-
Bajyia BIipeaenax ot 1.1 £ 0.3 mo 1.3 = 0.2 r. B KoHTpO-
Jie 3TOoT nmokazatenb Obl1 1.6 + 0.2 1. Kak mokasanu
pE3yAbTaThl OITLITOB, IIPU BO3IEHCTBUM JIEKTMHOB
000MX IITAMMOB IO 3TOMY IIPU3HAKY W3MEHEHU
NpakTUYecKl He HaoOjmomanock. Bce mccnemyembie
BapHUaHThl OKa3aJUCh JTOBOJBHO OZHOPOIHBIMU IO
M3ydaeMOMY ITOKa3aTesI0 W He MPOSBISIIN JOCTOBEp-
HBIX OTJIMYMIT MEKIy CO00it M ¢ KOHTpoJieM (puc. 2a, 0).

INpopaiyBaHue 3¢pHOBOK B MPUCYTCTBUU JIEKTU-
HOB IPYBOAWJIO K YBEJIMUEHUIO KOJIMUECTBA 3apOiblIiie-
BBbIX KOpHeii (puc. 3a, 6). [Tpy 3ToM MakcUMaJIbHOE BO3-
JleficTBHe Ha TTpU3HAK YCTAHOBJIEHO B BaprUaHTax 3a-
Cyxy M tuneprepmun. g nekTrHaA 3MUQPUTHOTO
mramMMa 3(@heKT ObUT OTMEYEH TIPU KOHIIEHTpaluy —
10 MKT/MI1, B ClIy4dae Ipyroro JeKTUHA — IIPU 5 MKT/MJIL.
IIpu npopaiyBaHuy 00Opa3LoB Ha 5% pacTBope ca-
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Puc. 3. BiussHue neKTuHOB Azospirillum brasilense Sp7 n Sp245 Ha KOJIMYECTBO 3apOABIIIEBbIX KOPHEH ITPpY BO3ICHCTBUM aO1O-
TUUYECKHUX CTPECCOB. Pe3ynbTarhl NpeacTaBieHbl Kak cpeaHue apudMeTuuecKre 3HaYeH sl CO CTaHAapTHOM o1noKoii. PazHbi-
MU OyKBaMM 0003HAYEHBI TOCTOBEpHO oTimyatoninecs BeauauHbl (P < 0.05). 1 — KoHTposb, 2—5 — JIeKTUH, KOHIIEHTpallun

KoTtoporo coctapisiiiv 5, 10, 20, 40 MKT/MJI, COOTBETCTBEHHO.

Xapo3bl B IPUCYTCTBUHN M3ydaeMBbIX JJEKTUHOB KOJIH-
4eCTBO KOpHel yBeanmamioch ¢ 3.7 £ 0.2 10 4.5 = 0.2 1.
B ciy4dae JieKTuHa A. brasilense Sp7 v mo 5.1 = 0.3 1.
B ciydae JiekTuHa Sp245 (puc. 3a). [1pu rumneprep-
MUH TIPUCYTCTBUE M3YIAEMBIX JICKTUHOB YBEJIMUMIIO
KOJIM4ecTBO KopHeit ¢ 2.7 £ 0.2 no 3.6 £ 0.2 mr. B
citydae ieKTuHa A. brasilense Sp7 n o 4.0 £ 0.1 mT. B
clydae JjeKTuHa Sp245 (puc. 3a).

OBCYXJIEHHME

Heo6maronpusatHele KITMMaTUYeCKME YCIIOBUSI, CO-
3Aa0lIre abMOTUYECKUE CTPECCHI, SIBJISTIOTCSI OCHOB-
HBIMM OTpPaHMYMBAIOIIMMU (PAKTOpPaMU CHUKCHUS
NPOLYKTUBHOCTU CEIbCKOXO3SIMCTBEHHBIX KYJIBTYP.
JloMUHUpYIOIINE a0MOTUYECKUE CTPECCHI — 3TO 3acyXa,
HU3Kasl/BBICOKAsl TeMIlepaTypa, 3acoJIicHHE, BO3Ieii-
CTBUE TSDKEJIbIX MeTaUI0B. CTPECCHI SIBJISTFOTCS TPUY -

HOI1 3aMeIJIEHUSI TEMITOB pOCTa M CHIDKCHUST OOILIIeid
YPOXKAMHOCTA Pa3HOOOPA3HBIX KYJILTYp, OKa3bIBast
BIAUSTHUE HA LEJIBIN CIeKTp (PU3NO0JIOT0-OMOXUMIYIE-
CKHUX U METa0O0JIMYECKUX IIPOLIECCOB.

MHOro4YncIeHHbIe pe3yJIbTaThl NCCIIETOBAHMIA IT0-
CJIEMHUX AECATWIETUI MOKa3aIl, YTO OTBET PACTCHUST
HE3aBUCUMO OT TPUPOIbI BO3NEHCTBUSI MPOUCXOAUT
110 HEKOTOPOI 00IIIei cXeMe, YTO MO3BOJISIET TOBOPUTh
O CYIIIECTBOBAHWHU HECIIEIIM(PUIECCKOMN CTPECCOBOI pe-
aKIMM Ha pas3iudHble BoznelictBust [20—22]. Beumy
ATOT0 OMHMM W3 IIPUKIAOHBIX HAIIPpABICHUII COBpE-
MEHHOM (PUBMONOTUM PACTEHUI SIBIISICTCSI CO3TaHUE
MpernapaToB Ha OCHOBE OUOJIOTUYECKY aKTUBHBIX MO-
JIEKYJI C aHTUCTPECCOBBIM 3(h(EeKTOM. YUNTHIBAST MU~
POBYIO TEHASHIIUIO K DKOJOTU3allMM CEJIbCKOIO XO-
34MACTBa, MPEANOUYTeHNE OTIAETCS BEIlleCTBaM, IMpo-
IYLUUPYEMBIM BBICIIMMHM PacTeHUSIMU, TpuObaMu U
MUKPOOPTaHU3MaMU.
®U3UOJOTIUS PACTEHUN Ne 2
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M3BecTHO, YTO MHOKYJISILIUS PaCTeHU TTIIIEHUIIBI
accollMaTUBHBIMU OakTepusiMu Azospirillum brasi-
lense ipu cTpeccax, BbI3BAHHBIX Pa3IUnYHbIMU a0UO-
TUYECKUMU BO3IEHCTBUSIMU, YIIydIIaeT MopdoreHes
pacTeHUil U MPUBOJUT K YBEJIWYEHUIO KOPHEBOU M
HaZ3eMHOI 6uomMacchl pacteHuit (Ha 40—60% B 3a-
BUCHUMOCTH OT ITamMma) [23, 24]. A3ocnpuIIbl OT/IN-
YaloTCs M0 CIMOCO0Y KOJOHM3AIMM KOPHEM pacTeHUIA.
Hanpumep, sHnoduTHbIi 1mTamm A. brasilense Sp245
ObLT HalileH B KCujeMe KOPHSI, B TOXe BpeMsl 31~
GuTHEBIN IITaMM A. brasilense Sp7 Ob171 OOHAPYKEH Ha
MOBEPXHOCTU KOpHS [25]. DHmoduTHBIE OaKTepuu
MPEACTABIISTIOT OCOOBIN MHTEPEC, TOCKOIBKY CUUTACTCS,
YTO CITOCOOHOCTH CYIIIECTBOBATh BHYTPU PACTUTEILHBIX
TKaHel TT03BOJISIET UM B MEHBIIIEI CTeNeHU 3aBUCETh
OT BHEIIHUX Bo3ueiicTBuili M (opMupoBaTh Goice
IJIUTEIbHYIO 3allIUTy MaKpoopraHU3Ma OT CTPecCO-
BBIX (DAKTOPOB OKPYKAIOIIEi Cpebl.

A30CIUPUILIBI CTTOCOOHBI CUHTE3UPOBATh JIEKTH -
HBI — TJIMKOTIPOTEHHBI, CBSI3BIBAOIIINE CTPOTO OIpe-
IeJISHHBIC YTJICBOMHBIE TPYIIIIBI HA ITOBEPXHOCTU
pacTtutesibHO# KJeTKu. C MOBEPXHOCTU KJIETOK OaK-
tepuii A. brasilense Sp7 u Sp245 ObLIN BEIIEIIEHBI 3TU
oenkun. OHM UMEJN PA3IMIHBIC MOJIEKYJISIpPHBIC Mac-
Chl U YTJIEBOAHYIO CHELIU(UIHOCTb.

PocTt pacTteHuii, ocoOeHHO HaYaJIbHbIE 3TAIlbl OH-
TOTeHe3a, SIBJISIETCS OJHUM M3 BaXKHBIX ITOKa3aTeyeit
aJanTalliy pacTeHWH K yCIIOBUSIM obuTtaHus. B pe-
3yJbTaTe MPOBEICHHBIX MCCJIEAOBAaHUI OBLJIO MOKa-
3aHO, YTO JIEKTUHEBI C pa3IMYHON 3 OEKTUBHOCTHIO
HUBEJIUPOBAJIM OTPULIATEIbHOE BO3AEHCTBUE TSXKe-
JIBIX METAJUIOB, TUIIO-, TUIIEPTEPMHUUYECKOTO CTpECCa,
3aCOJICHUsI M CMOJIEJIMPOBAHHON 3acyXy Ha KOPHU
MPOPOCTKOB IMIeHNUEBI. [Ipn 3TOM yJacTtme JeKTHh-
HOB B aJlanTalliyi PaCTE€HUM K CTPECCY, BbI3BAHHOMY
TSDKEIBIMUA MeTaJUIaMM, W 3acyxe OKa3ajaoch OoJiee
CYIIIECTBEHHBIM.

Crumynupytomuii 3¢pGekT oO0HAPYKMBAJICSI yXKe
Ha cCaMbIX pAaHHUX CTaIUsIX PA3BUTHS PAaCTCHUIM, HAYM-
Hasl C MpopacTaHusl CeMsIH, TaK KaK JIEKTUHBI Cyllle-
CTBEHHO BJIMSUTM Ha X BCXOXKECTh. AHAIN3 MOP(HOMET-
pUYECKMX TOKa3aTeeil MO3BOMWI CHENaTh BBIBOI O
TOM, UTO JIEKTUHBI CLIOCOOHBI CTUMYJIMPOBATh POCTO-
BbIE TOKa3aTeIM KOpPHEW pacTeHHWi, KOTOphle, KakK
W3BECTHO, TIPETEPIIeBAIOT 3HAYUTEIbHBIC U3MEHEHUSI
B YCJIOBUSIX cTpecca. JIEKTUHBI OKa3bIBaJIM MOJIOXM-
TeJbHOE BIIMSTHAE B OCHOBHOM Ha KOJIMYECTBO U pa3-
Mepbl KOPHE, TIpU 9TOM He 3aTparuBasi UX Maccy.

IMTonyyeHHbIE JaHHBIE O BJIMSIHUU JEKTUHOB a30-
CIIMPWJL1 HA POCTOBBIE MPOLIECCHI PACTEHUIA, BO3MOXK-
HO, OOBSICHSIIOTCSI aKTUBaLlell 3TUMU OelKaMu O1o-
XMMUWYECKHX TIPOLIECCOB B IIPOPACTAIOIIEM CEMEHM.
JIeKTMHBI a30CIUPUILI CIIOCOOHBI BO3IEICTBOBATh HA
AKTUBHOCTb Pa3IMYHBIX (hepMEHTOB KOPHE IIPOPOCT-
KOB PAaCTEHUM — MEKTMHOJMUTUYECKUX, MPOTEOIUTH -
yeckux [10—12], aHTHOKCHMAAHTHBIX [15], U3MEHSTH
colepKaHUE psida CTPECCOBBIX META0OIMTOB — IIepe-
kucu Bomopona [14], tAM® [13], okcuna a3zora, aua-
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OVUITIIALEpUHA, CATULIMIOBOM KUCIOTH [14], HM3KO-
MOJIEKYJISIPHBIX aHTUOKCUIAaHTOB [26]. Bruto mokaza-
HO, YTO JIEKTUHBI 00Jamaayd pas3IUudHON CTEeNeHbIO
(GYHKIIMOHAJIBHOM aKTUBHOCTU, YTO COIJIACyeTCsl C
ONMCAaHHBIMU B HACTOSIIIEH padoTe maHHbBIMU. Bcerma
addekT mis nektuHa A. brasilense Sp245 MpoOSIBISUICS
B OOJIbIIIEH CTETIeHU U TIpU OoJiee HU3KMX KOHIIEHTpa-
LUSIX, 9YeM IJIsI ISKTUHA Sp7. DTO MOXET OBITh CBSI3aHO
C pazIMYIMSIMHM B YIJIEBOOHOM CIIEHM(MDUIHOCTH U
CTPYKTYpe OSJIKOB, B pe3yJIbTaTe Yero M3MeHSIeTCS B3a-
UMOJIEICTBUE C TTOBEPXHOCTHIO PACTUTEIBbHOM KIETKH,
YTO SIBJISIETCSI OIPENeJISIIOIIUM (DAaKTOPOM JIJIsI TTPOSIB-
JIeHUsT PYHKIUI JISKTUHOB. |5, 6].

BeposiTHEIM 00BSICHEHUEM TTIPOAESMOHCTPHUPOBAH -
HBIX KOHIIEHTPALMOHHBIX Pa3jIM4YUii, IIPU KOTOPBIX
JICKTUHBI IPOSIBISIIN 3P(PEKThl, MOXET OBbITh BJIMSI-
HHUE W3ydyaeMbIX HEOJaronpUsSTHBIX (aKTOpOB Ha
MpOIIeCC CBI3BIBAaHMS JIEKTUHOB C pelenNTOpaMM Ha
KopHsX. M3ydeHre KOHIIEHTPAallMOHHBIX 3aBUCUMO-
CTell MOCTAaTOYHO aKTyaJbHO IS IMTOHMMAaHUS IIPO-
LIeCCOB, IMPOMCXOISIIMNX ITPU agariTallui pacTeHUI K
YCIIOBUSIM OKPYKaIOIIEH cpelbl, a TAKKE TTPU TTpaK-
TUYECKOM MCIIOJIb30BAaHUM PETYISITOPOB POCTa, K KO-
TOPBIM MOXKHO OTHECTH JIEKTUHBI.

Pesynbrarhl HacTosIIIel pabOTHI MTPOAEMOHCTPU -
pOBaJIN ydacTUE JIEKTMHOB a30CIIUPUILI B TTOBBIIIE-
HUU CIIOCOOHOCTU PACTEHUWU TIEPEHOCUTH BO3IEH-
CTBUE a0UOTUYECKUX (DAKTOPOB, pa3BrBasi 3KOJIOTO-
OMoorMyeckue peakinuy, HaripaBjieHHbIE Ha yCUJie-
HUE XXU3HECTOMKOCTHU PACTEHUSI B TAHHBIX YCIIOBUSIX.
[MosyyeHHBIE PE3yIBTATHI ABIISTIOTCS JOMTOTHEHUEM K
MOJTYYEeHHBIM paHee MAaHHBIM O TOM, YTO JIEKTWHBI
a30CIUMPUJIIT MOTYT y4acTBOBATh B adanTallud U BbI-
3bIBaTh MHAYKIWIO 3aIIUTHBIX MEXAaHU3MOB pacCTe-
Huit. Takum ob6pa3om, cTpecc-ToJiepaHTHbIN 3 deKT
JIEKTUHOB B PAaCTEHUSIX HOCUT MYJbTUHAMpPaBICH-
HBII (MOIU(YHKIIMOHAJIBHBIN) XapakTep. DTO SIBJISI-
eTCS OOHOI M3 MPUYMH CUMTATh 3TH OCIIKN CIIOCO0-
HBIMU MOBHIIIATh BEDKUBAEMOCTh PACTEHUIN B YCIIO-
BUSIX JEMCTBUSI CTPECCOPOB PA3IMYHON (pu3nvecKoit
MPUPOIILI U TEM CaMbIM BBITIOJHSTH POJIb OTHOTO U3
KOMITOHEHTOB OOIIMX KJETOYHBIX 3alllMTHBIX CHU-
creM. Bce 3TO TO3BOJISIET paccMaTpUBaTh JEKTUHBI
KaK MEepCIIeKTUBHOE IJIsI MPAaKTAUYECKOTO TTPUMEHE-
HUSI COEAMHEHUS TSI 3allIMThl pAaCTEHUM OT cTpecca u
MOBBIIIEHUS X TIPONYKTUBHOCTH.

Nudopmanus o BKitame aBTopoB: AneHbknHa C.A. —
pa3paboTKa 3KCHepuMEeHTa, o0paboTKa 3KcHepu-
MEHTAaJbHBIX JaHHBIX, OOCYXICHUE Pe3yJbTaTOB U
nmoaroTtoska cratbr; Hukutuna B.A. — pa3paboTka
9KCIEPUMEHTAa, O0CYXIEHHE Pe3yabTaTOB U ITOATO-
TOBKA CTaThU.

Hacrosiias cratbsi He COAEPKUT KaKUX-JIMOO UC-
CJIeIOBAaHUM C y4acTUeM JItofieii B KaUyeCTBE OObEKTOB
HCclieIOBaHUM. ABTOpBI 3asBJISIIOT 00 OTCYTCTBUM
KOH((}DIIMKTAa THTEPECOB.
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WccnenoBano BiausiHuE 24-4acoBOi 00pabOTKM FeMUHOM (IOHOPOM MoHookcuaa yriepoga — CO, obpa-
3YIOILIETOCSI C YYaCTUEM TeMOKCUTeHa3bl) Ha TEIUIOYCTOMUYMBOCTDb MPOPOCTKOB TieHuIsl ( Triticum aes-
tivum L.) u riponiecchl o6pazoBaHust U obe3ppexuBaHus ADK. YcraHoBlieHO, 4TO 06paboTKa MPOPOCTKOB
reMUHOM B Auana3oHe KoHueHTpauuii 0.5—10 MkM BbI3Basia MOBBIIIEHUE UX YCTOMYMBOCTH K TTOBpEXIa-
o1emMy nporpey (45°C, 10 mun). Hanb6onbimuii apdekT npospisics noxa BausiHueM 5 MKM remuHa. [Tpu
00paboTKe TEeMUHOM OTMEYAJIOCh TPAH3UTOPHOE yBEJIMYEeHUE B KOPHSX aKTMBHOCTU BHEKJIETOUHOM Ie-
POKCHIA3bl M COAEPXKaHUS epokcuaa sogopoaa. Dddexrt nosbiieHus conepxanus H,O, He nposiBasiics
B IPUCYTCTBUM €r0 CKaBeHIXKepa IuMeTITuoMoueBUHbBI (IIMTM), a Takke ripu 06paboTKe KOpHEM mpo-
poctkoB noryioturenaeM CO reMorjio00MHOM Y UHTMOMTOPOM BHEKJIETOUHOI MepOKCUAA3bl a3UI0M HaTpUs,
Ho He nuHruouropom HAJI®-H-okcunasbl umuaazonom. ITockoabKy pu pa3ioKeHUU TeMUHA 00pas3yloT-
CsI peIoKC-aKTUBHbIE MOHBI Fe?t, mist mpoBepky crienduaHOCTH ero neiictBus Kak noHopa CO cpaBHU-
Bas1 3 dekThl remrHa ¢ BnusHueM 5 MKM FeSO,. Cynbdar xene3a B UCCIeLyeMOIl KOHLIEHTPALIMM HE
OKa3bIBaJI BJIMSIHUS HA TeHEPaIIMIo IEPOKCUAa BOAOPOaAa KOPHSIMHU U aKTUBHOCTb BHEKJIETOUHOM MEPOKCH-
na3bl. Yepes 24 4 riociie Hayaiaa o0paOOTKY FTeMUHOM B KOPHSIX YBEJIMYMBAJIACh aKTUBHOCTh CYIIEPOKCHUIINC-
MyTasbl, KaTaja3bl 1 BHYTPUKIETOUHOM MepoKcunasbl. Boi3dbiBaeMble reMUHOM 3(h(MEKThl MOBBIIICHUS aK-
TUBHOCTU aHTUOKCUIAHTHBIX (PepMEHTOB He MPOSBISLUIMCh B mpucyrcTBuu JIMTM, a o6paboTka KOopHeit
npopoctkoB FeSO, He Biusina Ha ux aktuBHOCTh. [lon aeiictBueM goHopa CO mocie noBpexAaroLero
MporpeBa TaKXKe CHUXKAJICS BBIXOJ M3 KOPHEU MTPOPOCTKOB COeTNHEHMI, TTOTIONIAIONINX B yabTpaduoe-
TOBOI1 006J1acTH crieKTpa. ITooXuTeIbHOe BIUSIHUE TeMUHA Ha TeIJI0OYCTONYMBOCTh ITIPOPOCTKOB YCTPaHsI -
Jochk ckaBeHmkepoM CO reMorjiobMHOM M IIOTJIoTUTeNIeM nepokcuaa Bogopona JIMTM. O6pabdoTtka 1po-
poctkoB FeSO, He Biusi1a Ha UX BbKMBaHMe 1oce nporpesa. [Ipennosaraercst yyuacTue nepokcuia BOLO-
poja Kak CUTHAJILHOTO TOCPEeNHMKA B peann3aluuu BIussHus noHopa CO Ha aHTMOKCUIAHTHYIO CUCTEMY
MMPOPOCTKOB MIIEHULIBI U UX TETIJIOYCTOMYMBOCTb.

KmoueBble cioBa: Triticum aestivum, MOHOOKCHIT yIJIepoa, TeMUH, TETJIOYCTOMYMBOCTD, TIEPOKCUIT BOIO-
pona, aHTUOKCUIIAHTHAsI CUCTEMa

DOI: 10.31857/50015330321010097

BBEAEHUE

DdopMupoBaHie afalITUBHBIX PeaKIINiA pacTeHUI
Ha IefiCTBUE CTPECCOPOB IMTPOUCXOIUT C Y4aCTUEM CE-
TH CUTHAJIbHBIX IIOCPEIHUKOB, CPEIN KOTOPHIX BaX-
HO€ MECTO IMIPUHAIJIEKUT ra3oTpaHcMuTTepam [1—3].
IToMyMO MHTEHCHMBHO MCCIIEIYEMBIX B HACTOSIIIIEE Bpe-
Ms1t MoHookcuaa azota (NO) u ceposonopona (H,S), B
Ipoleccax amanTaluy pacTeHMU 3aIeliCTBOBAaH MO-

Cokpamennsi: IMTM — numetuntuomoueBuHa, KAT — kara-
na3a, [10 — nepokcumaza, CO/l — cynepokcuaaucmyTasa.

Hookcun yriaepona (CO) [1], dyHKIIMYU KOTOPOTo UC-
clieloBaHbI c1abo.

B pacTuTenbHBIX KJIeTKaxX, KaK U XKUBOTHbBIX, MO-
HOOKCHJI YIVIEpoJa 00pa3yeTcs IIPerMYIIeCTBEHHO C
nmomolnblo remokcureHasnol (K.®. 1.14.99.3), korto-
pasi B IpUCYTCTBUUM MoJIeKyJ Kuciopona u HAJID-H
KaTaJu3upyeT Ierpagaludio reMa A0 OMIMBepIrUHA
IXo ¢ BeicBoGOXIeHEM CO u nonos Fe?" [4]. Cpenu
YeThIpeX OOHAPYKEHHBIX Y PACTEHUI T€HOB T€MOKCH-
reHasbl HauboJiee THTEHCUBHO 3KcIpeccupyeress HO L.
HMmMeHHo 3KcIpeccust TeHa TeMOKCUTeHa3bl-1 0OBIYHO
YCHJIMBAETCS B CTPECCOBBIX YCIOBHUSIX, B YACTHOCTH,
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pu 00e3BOXKUBaHUU [ 5], 3acojieHuu [6] u rumneprep-
Muu [7]. JdeicTBUE 3TUX CTPECCOPOB BHI3bIBAECT U
yYBeJIUYEHUE dHOOreHHOro coaepxanus CO B pacTu-
TEeJIbHBIX OOBEKTAX.

B psine paGoT u3yueHo BIMSIHAE 9K30T€HHOTO MO-
HOOKCHMJA YrjepoJa Ha YCTOWYMBOCTb PacTeHUMN U
(GYHKIIMOHUPOBAHUE TPOTEKTOPHBIX CUCTEM TIpU
NeiCTBUM CTPECCOPOB pa3InyHoOi pupoasl. s ta-
KUX MCCJIEIOBAHUN OOBIYHO HCIOJB3YIOT TOHOPHI
CO, KoTopbI€ SBJISIIOTCS UCKYCCTBEHHBIMU CyOCTpa-
TaMU TeMOKCUTeHa3bl, B YaCTHOCTU, TeMaTuH [8] u
remuH [9]. Tak, mokazaHo, 4To 00pabOTKa reMaTu-
HOM CHOCOOCTBOBajIa MPOPACTAHUIO CEMSIH TTIIEHU-
el pu gevictBum 25% I19I-6000 [5]. IMpu atom
MPOUCXOUJIO YBEJIMUEHUE AKTUBHOCTH aMuyia3bl U aH-
TUOKCUIAHTHBIX (pepMeHTOB. ['eMaTuH BBI3bIBAJ I10-
BBIIIIEHIE coJieycTomamBocT Cassia oltusifolia, 9To BbI-
paxkanoch B HOpMaM3ann GyHKIIMOHUPOBAaHUS Ho-
TOCUHTETMYECKOTIO arlapara B CTPECCOBBIX YCIOBUSIX,
YMEHbIIIEHUN OKUCIUTEIbHBIX MTOBPEXICHU, yCuiie-
HUM HAaKOIUIEHUS MPOJIMHA U CaxapoB, a TaKXe yBe-
JIMYEHUU aKTUBHOCTH KJTIOUEBbIX aHTUOKCUIAHTHBIX
depmenToB [10]. ¥V pacteHmii puca, MOABEPrHYTHIX
TOKCUYECKOMY NIEHCTBUIO IIMHKA, TIPU 00pabOTKE Te-
MUWHOM OTMEUaJioCh CMSITYeHUE MHTMOMPOBAHUS pOCTa
U YTHETeHHE 9KCITPECCUU T€HOB TPaHCIIOPTEPOB LIMHKA
OsZIPs, 910 IPUBOIMIIO K YMEHBIIICHUIO €T0 HAKOIIIE-
HUS B OpraHax pacTeHuii [9].

B Hacrosiiiee BpeMsi cpei 9KOJOTUYECKUX CTPeC-
COpOB JICICTBUE BBICOKMX TeMIIEpAaTyp CUMTACTCS OI-
HIM 13 HanboJree BpemoHOCHBIX [11]. CorracHo coBpe-
MEHHbBIM KJIMMaTUYECKUM MOJIEJISIM, TIOTEpU YpoxKasi
CEJIbCKOXO3SIMCTBEHHBIX PACTeHUI1, CBSI3aHHbBIE C Tell-
JIOBBIM CTPECCOM, B OJMKaMIIIME OeCITUICTUS YBE-
mmyarcsa 10 40% [12]. B xauecTBe ImepcHeKTUBHBIX
MIPUEMOB, MHAYLIMPYIOIINX TEIUIOYCTOMYNBOCTD pacTe-
HUI, paccMaTpuBaeTcs 1 00paboTKa JOHOPAMM ra3o-
TpaHcMuTTepoB [ 11, 13]. OnHako posb CO B aganTaiuu
pacTeHMii K 3KCTpeMallbHBIM TeMIlepaTypaM H3ydeHa
O04YEHb CI1a00, XOTS TaK1e CBEACHMS BaXKHBI HE TOJIBKO
JIJIS1 pellieHUSI PUKJIATHBIX 3a0a4, HO U JIJIsSI HOHUMAaHMsI
¢dyHIaMEeHTAJIbHBIX MEXaHN3MOB TEIUIOYCTOYMBOCTH.

IlokazaHo yBeJiMUeHUE DHAOTEHHOIO CcoAepkKa-
Hus CO B KJIeTKax Tabaka mpu runeprepMmud [7], a
TaK>Xe MOBBIIIEHUE WX BbIXKMBAHUS NMPU 100aBJIeHUN
B cpeny remaruHa [8]. [laHHBIE 3Ke O BIUSIHUU TOHO-
poB CO Ha TerioyCTOMYMBOCTb MHTAKTHBIX pacTe-
HUI OTCYTCTBYIOT.

CoBepllIeHHO He SICHBIM OCTaeTCsi U BOIPOC O
TOM, Kakue MOCPEAHUKM YYacTBYIOT B peaau3alluu
MPOTEKTOPHBIX 3¢ deKToB 3K30oreHHOoro CO mpu ru-
neprepmun. M3BectHo, yto ADK Kak cUrHajIbHBIE MO~
CPEeNHUKU 33JeiiCTBOBaHbI B (GOPMUPOBAHUU YCTOMUM-
BOCTU IIpU TEIUIOBOM 3aKalIMBAaHUU PACTEHUIA, C UX
y4acTHEM IIPOMCXOAUT aKTUBALIMS CUCTEM, TIPEIOTBPa-
IIAIOLIMX pa3BUTHE OKUCIMTEILHOTO cTpecca [14, 15].
HNMeroTcss 1 HEMHOTOUMCIIEHHBIE JaHHbIE, YKa3bIBa-
foinre Ha poab ADPK B peanuszanyn oTAEIbHBIX DU-

3MOJIOTIMUECKIX 3 PEKTOB MOHOOKCHIA yIilepona. Tak,
MMOKa3aHo, YTO BbI3bIBaeMoe 3K30reHHbIM CO nubo
ero JOHOpaMHU 3aKphIBaHUE YCTHUL Y 6000B 3aBUCUT
ot ADK, obpasyromuxcd ¢ ysactuem HAJI® - H-ok-
cunassl [16]. C npyroit CTOpOHBI, POCTCTUMYJIUPYIO-
mee BaUsTHUE 3K30reHHOro CO Ha KOPHU MILIEHULBI
YrHETaeTCsl aHTUOKCUIAHTAMU Y CATMLIAJITUIPOKCA-
MOBO KUCJIOTON — MHTMOUTOPOM MEPOKCUAA3BI, UTO
YKa3bIBaeT Ha BO3MOXHYVIO POJIb 3TOro (pepMeHTa B
oopazoBanuu ADK pacturebHBIMU KJIIETKAMU IIPU
JIeMICTBUM MOHOOKcHUIa yriepozna [17].

B nenom xe, denomenonorus appexkron CO mnpu
ruIepTepMum U ydyactue B ux peanusauun ADK kak
CUTHAJIBHBIX MOCPETHUKOB OCTAIOTCS MPaKTUIECKU
HEeM3y4yeHHBIMU. B CcBsI3M ¢ 3TUM, 1IeJIb pabOTHI CO-
crosiia B uzydeHuu poiu APK u pepMeHTaTUBHOI
AHTMOKCUIAHTHOM CHCTEMBI B IIPOSIBJICHUH IIPEIIIO-
Jlaraemoro BausiHusI goHopa CO reMmuHa Ha Terjo-
YCTOMYMBOCTD IIPOPOCTKOB MILIEHUIIBI.

MATEPUAJIBI U METOJbI

B paGote ucronb3oBaau 4-CyToYHBIE 3THUOJIUPO-
BaHHBIC IPOPOCTKM IieHus! ( Triticum aestivum L.)
copTa JlockoHaza, BbIpallieHHbIE IIPU TeMIIepaType
18—20°C Ha BOAOIIPOBOMHOII BOIE, OYMILEHHOM C
HMCIOJIb30BaHNEM CHUCTEMBI BOIOIIOATOTOBKM, BKIIIO-
yalolleili B ce0s1 puIbTp MEeXaHMYECKON OUMCTKH,
YIOJbHBII (UJIBTP U MOIYIPOHMUIIAEMYIO OOpaTHO-
OCMOTHYECKYI0O MeMOpaHy ¢ pasMepoM ssdeeK 1 HM.
B cpeny nHKy6am KopHei 100aBJIsSIIi TeMUH B KOH-
neHTpaysax quamna3oHa 0.05—50 MKM 1 BbLIep>KUBaIA
TIIPOPOCTKH B TeueHUe 24 4. OnTnMaiibHast SKCITO3ULIS
OblJ1a BIOpaHa B ITpeaBapUTEILHBIX OITBITAX.

ITpu uzyyenun BiusiHUs ckaBeHxkepa CO remo-
mobuHa (10 MkM) [18], ”THTMOUTOPOB MEPOKCUIA3BI
asuna Hatpusa (NaN;, 1 MM) [19], HAI®D-H-okcu-
naszel umunazona (10 mxM) [20], ckaBeHmXepa Ie-
poKcHuIa Bogopoaa TUMMETWITHOMOYEBUHBI (IIMTM —
150 mxM) [21] nHKyOa1Mss KOpHE B pacTBOpax CO-
crasisuia 26 4. I1pu olleHKe COBMECTHOTO IEHCTBUS
reMruHa 1 yKa3aHHbIX aHTaTOHWUCTOB MOCJIeIHUE 10-
0aBJISLIN B Cpely MHKYOaIIuy KOpHEI 3a 2 9 10 BBe-
neHus B Hee reMruHa. KoHIIeHTpaliuy ucciaeayemMbIx
COEMMHEHUI BBHIOMpANX HAa OCHOBAHUM MpeaBapu-
TEJIBHBIX OIBITOB. B psime sKCITepMEHTOB TaKke
CpaBHMBAJIM BIUsTHUE 5 MKM remMuHa ¢ AeiicTBUEM
FeSO, B 95kBUMOJISIDHOW KOHUEHTpaL1, BpEMsI UH-
KyOGaIny ITpOPOCTKOB Ha PacTBOPAX COCTABIISIIO 24 4.

11 onpeneneHns TeIIoyCTOMIMBOCTH IIPOPOCTKOB
WX TTOABEPTaiy MOBPEXIAIOIIEMY IIPOIPEBY B BOISTHOM
yJIbTpaTepMocTaTe npu temireparype 45.0 = 0.1°C B te-
yenue 10 muH. [Tocae 3TOro mpopocTKM BCeX Bapu-
aHTOB IIEPEHOCIJIM Ha OUYMIIIEHHYIO BOIOIIPOBOIHYIO
Boay. Uepes 3 cyT olieHUBaJIM OTHOCUTEIbHOE KO-
YeCTBO BbIXKMBIIMX IIPOPOCTKOB [15].

Bce ObuoxumMmnueckue mokKaszaTeaud ONpPEAcsiu B
KOPHSIX HPOPOCTKOB, ITOCKOJILKY OHM 0o0Jjiee UyB-
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Puc. 1. Biusinvie remuHa Ha BeKUBaHKe (% ) TPOPOCTKOB MIIEHULIBI ITocse 10-MUHYTHOTO ITOBPEKAaIOIIEero mporpesa npu 45°C:
a — KOHILIEHTpallMOHHAasI 3aBUCUMOCTb IPOTEKTOPHOTo 3(pekTa remMmruHa; 6 — HuBeIMpoBaHue 3¢¢heKTa reMrMHa CKaBEHIXKEPOM
CO remorno6uHoM: 1 — KOHTPOIB; 2 — reMuH (5 MKM); 3 — remorio6uH (10 MkM); 4 — remun (5 MkM) + remorio6uH (10 MkM).
OIMHAKOBBIMU JIATUHCKUMU OYKBaMM OTMEUYEHBI BEJIMIMHBI, Pa3indrsi MEXIy KOTOPBIMU He mocToBepHBI ipu P < 0.05.

CTBUTEJILHBI K BO3ACHCTBUSIM 3K30T€HHBIX COCTMHE-
Hut [22]. AKTUBHOCTH BHEKJICTOUYHOM ITEPOKCUIA3HI
(ITO, K® 1.11.1.7) omnpenensiii B KOPHSIX MPOPOCT-
KOB MYTeM MOJYYEHUSI SKCTPAKIETOYHOI'O pacTBOpa
[19]. Inga »TOoro KOpHM MCCIAEAYEMBIX WHTAKTHBIX
MPOPOCTKOB MOMEIIaId B CTAKAHYMKU C TUCTUIUIU-
poBaHHOI1 Bonoii, pH KoTopoii mpu He0OXOAUMMOCTHU
poBoawiau 10 6.2 ¢ momouisio NaOH. Yepes 20 MmuH
MPOPOCTKY U3BJIEKAJIU, KOPHU OTCEKAJIN, aKKypaTHO
oOcymmBaiIy GUIBTPOBAIBHON OyMaroil 1 B3BEIIM-
BaJIi, a B MHKYOAIIMOHHOI Cpee OIpenesii aKTUB-
HOCTb (bepMeHTa MO pPeaKIuM OKMCJICHUS TBasKoya
nepokcuaoM Bogopona [19].

st onpeneneHus cogepXaHUsI epOKCHUaa BOIO-
poma KOpHU Ha XOJIoe TOMOTeHU3UPOBAIU B 5% Tpu-
xjiopykcycHoit kuciore. [TpoObl neHTpudyrupoBain
mpu 8000 g B TeueHue 10 MmuH npu temnepatype 2—4°C
Ha ueHtpudpyre MPW 350R (“MPW MedInstru-
ments”, [ToJiblIa) ¥ B cyniepHaTaHTe ONpPeaesIsiII KOH-
neHrtpauuo H,O, ¢ momoliiisio heppoTHoIIMaHaTHOTO
mertona [23].

IIpu ompeneneHUM aKTMBHOCTM aHTUOKCHUIAHT-
HbIX (PepMEHTOB HaBECKU KOPHE TOMOTeHU3UPOBa-
1y Ha xojnome B 0.15 M K, Na-docparHom Oydepe
(pH 7.6), comepxapmem DTA (0.1 MM) u ogutuo-
tpeiiton (1 MM) [22]. i aHanM3a MCIIOJIb30BaIU
CyIIEpHATAHT ITOCJIe IeHTPU(PYTUPOBaHUS TOMOIeHa-
ta Tipu 8000 g B TeueHue 10 muH mipu 4°C. AKTUB-
HOCTb LIMTO30JbHOI cynepokcuaaucmyTasbl (CO/,
K® 1.15.1.1) onpenensim ipu pH 7.6, vicnonb3ys Me-
TOJ, OCHOBaHHBII Ha CITOCOOHOCTH (pepMeHTa KOHKY-
pUPOBaTh C HUTPOCUHUM TETPA30JIMEM 32 CYTIEPOKCH/I -
HBIE aHWOHEBI, 00pa3ylolrecs: BCICACTBAE a3pOOHOIO
B3anmoneiicteuss HAJI'H u denasmaMerocyimbdarta.
AxkTtuBHOCTb KaTanassl (KAT, KO 1.11.1.6) ananusu-
poBamm ipu pH 7.0 110 KoJm4ecTBy IepoOKCHIa BOIOPO-
Jla, Pa3lIoKUBIIETOCS 3a €OUHUIYY BpeMEHU. AKTUB-
Ne2 2021
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HOCTB PaCTBOPUMOIT BHYTpHKIIeToUHO# [10 orpemensi-
JIA, UCTTOJTB3YS B Ka4eCTBE JOHOpA BOMOPOIA IBAsIKOI, B
KauecTBe cyOcTpara — IMEepOKCUI BOAOpona. AKTHUB-
HocTh COJl BbIpaxkanu B yCi. ed./(Tr CBIpoil MaccChl
muH), KAT — B Mmosab H,O,/( T ceipoit Macchl MUH),
I1O — B MKMoOJIb rBasikosa/(T CbIpOit MACChl MUH).

CocTossHre MeMOpaH KJIETOK KOPHE OLIEHUBAJIN
yepes 24 4 1mociie MOBPeXXAaioIIero Imporpesa 1o BhI-
XOMy BEIIECTB, MOIVIOLIAIOIINX B YILTPa(UOJIIETOBOM
o0jacTu croekrpa (IpeuMYIIeCTBEHHO CBOOOTHBIX
HYKJIeoTUA0B) [24]. KOpHM MHTAKTHBIX IIPOPOCTKOB
MOrpyxXajy B CTAKaHYMKU C IUCTUIMPOBAHHOMI BO-
Ioit Ha 1 4, mocJiie 4ero oTceKaaud OT IIPOPOCTKOB U
B3BeIMBaIu. OTITUYECKYIO TJIOTHOCTh WHKYyOarm-
OHHOI'O PAacTBOpa OMpenesisuiu NpU Ays; U A,gy HA
cnektpodoromerpe CP® 46 (“JIOMO”, Poccus).
Brixon BelecTB pacCUMTHIBAIM B YCIOBHBIX €IUMHM-
11aX KaK OTHOILICHUE YCPETHEHHOM BeJIMYUHBI, U3Me-
pPEHHOII mpM yKa3aHHBIX JIMHAX BOJIHBI, K Macce
KOpPHEM 1 BhIpaXkajy B IIPOLICHTAX K BeJIMUYMHAM, BbI-
YUCJIEHHBIM JJIsI KOPHEW MPOPOCTKOB, HE TMOIBEPT-
HYTBIX TOBPEXIAIOIEMY MTPOTPEBY.

OnbITHl TPOBOAMIN B 4—5-KpaTHOII OuoIoruye-
CKOI TTOBTOPHOCTH M KaXXAbIi1 HE3aBUCUMO BOCIIPO-
u3Boauan 3 pasa. Ha prcyHkax mpuBeneHbI CpeaTHIe
BEJIMYMHBI U UX CTaHIApTHbIE OLIMOKU. JlocToBep-
HOCTbh pa3jan4duii OIPenesid ¢ IIOMOIIbIO IUCIIEpP-
CHUOHHOrO aHaiau3a. Kpome crienmaibHO OTOBOpPEH-
HBIX cIy4aeB, o0cyxXnaroTcst 3P(eKThl, JIOCTOBEPHbIC
npu P<0.05.

PE3YJIbTATDBI

O0paboTKa TEMWHOM TIOBBIIIIJIA BEZKMBAHUE TIPO-
POCTKOB MIIEHUIIBI TTOCTE TIOBPEXKIAIOIIETO Mporpena
(puc. la). TeHoeHIIMS K IIOBBIIIEHUIO TETLIOYCTOMYM-
BOCTU TTPOPOCTKOB OTMEYAJIaCh TIPY BO3IEUCTBUU MU-
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Puc. 2. lunamuka cofepkaHus TIepoKcuaa Boaopoa (a) m akTuBHOCTH BHekJieTouHoi [10 (0) B KOpHSX MPOPOCTKOB TIIe-
HULBL. /| — KOHTPOJIb; 2 — reMUH (5 MKM). OnMHaKOBBIMU JIATUHCKUMU OyKBaMU 0003HAYEHb! BEJTUYMHBI, PA3IMUMST MEXIY

KOTOPBIMU He mocTtoBepHbI ripu P < 0.05.

HUMaJIbHOI nccenyeMoii KoHeHTpamu — 0.05 MKM.
HocrtoBepHbIil 3¢ deKT HaGIIOTAICS TIPH UCITOIb30-
Banun goHopa CO B KOHIIEHTpAIMSIX mUara3oHa
0.5—10 MmxM. bonee BbicOoKast KOHLIEHTpALUsI TEMU-
Ha (50 MKM) 3alllUTHOTO ACMCTBUSI HE OKa3bIBaJja.
B manpHEMIIMX 3KCIIepuMeHTaX TeMUH HMCIIOIb30Ba-
JIM B KOHLIEHTpalu1 5 MKM, KoTopasi Obl1a Haubo-
Jee 3(PPEeKTUBHOI.

O06paboTKa MPOPOCTKOB TEMOTTIOOMHOM HE BIIHSI -
Jla Ha UX TemoycToitunBocTh (puc. 16). Ilpu sTtom
TeMOIIOOMH, 00IaIaroIINii CITIOCOOHOCTEIO CBSI3BIBATh
CO, B KOMOMHAIIMU C TEMHUHOM IIOJTHOCTBIO yCTpa-
HSII CTPECC-IIPOTEKTOPHOE NEMCTBUE IIOCIEIHETO.
DTOT pe3yJIbTaT B OIIPeACIeHHOM CTEIICHN YKa3bIBaeT
Ha CIelHUM(UUHOCTh AEHCTBUS reMHHa KakK JOHOpa
MOHOOKCH/a yIjiepoa.

Vxe depe3 1 4 mocie Hadyajla MHKyOallMM IIPO-
POCTKOB B ITPUCYTCTBUU T€MHHA B UX KOPHSIX OTME-
YajioCh 3aMETHOE IOBBILIEHUE COIEePXKAHUS MEePOK-
cuma Bogopona (puc. 2a). Ero konmuecTBo 1o0CTUTAIO
MakKcumyMa K 2 4 HaOJIIOAEeHU, 3aTeM ITOCTEIEHHO
CHIZKAJIOCh U Yepe3 24 4 BO3BpaIllajloch K 3HAYCHUSIM
KOHTPOJIS.

TenmeHMsI K yBeJIMUYECHUIO aKTUBHOCTU BHEKJIC-
touHoii ITO B KopHsIx Habmomanachk yxke yepe3 30 MUH
rnmocjie Havyajla MHKyOauuu (puc. 20), omfHAKO 3TOT
addekT He Ob11 nocToBepHbIM Npu P < 0.05. Haub6o-
Jiee CYyIIEeCTBEHHOE ITOBBIILIEHNE aKTUBHOCTU (dep-
MEHTa OTMedYaJioch Yepe3 1.5 4 oT Hauvajga BO3Oeii-
CTBUSI TEMUHA, 3aTEM aKTUBHOCTb (DEPMEHTA HEMHO-
TO CHIDKaJIach, a depe3 24 94 MHKyOany ITOYTH He
OTJIMYAJIaCh OT KOHTPOJISI.

O6paboTKa TPOPOCTKOB TEMOTJIOOMHOM CYIIe-
CTBEHHO He BJIMSJIA Ha coAepkaHHUe MEePOKCHUIa BO-
JIOpoJia B KOPHSIX, XOTSI U BbI3bIBaJIa HE3HAYUTEIBHOE
MOBBIIIEHUE aKTUBHOCTY BHeKieTouHoii I10 (puc. 3).
I1pu 3TOM TeMOTTOOMH MOJIHOCTHIO YCTPAHSIJT BBI3BI-

BaeMbIii 00pabOTKOU reMruHOM 3(PGHEKT MOBBIIICHUS
conepxanust H,O, u B 3HaUUTENIbHOU CTeTIeHU HUBe-
JIMpOBaJl yBeJIMYEHUE AKTUBHOCTM BHEKJIETOYHO
I10, mpoucxoasiiee B npucyrcTBuu foHopa CO.

Kak yxe oTMedanoch, Mpyu pa3jioXXeHWU TeMUHa
remokcureHasoin Hapsiny ¢ CO o6pa3yroTcsl MOHBI
Fe?", ommuaroniyecs: pefoKc-aKTUBHOCTBIO. B cBs-
31 C 3TUM, IJIs1 OOIOJIHUTEIBLHOTO MOATBEPKACHUS
cBSI3U 3(PEeKTOB reMrnHa UMEHHO ¢ 0o0Opa3oBaHUEM
CO cpaBHMBaJIU €ro BIMSHUE Ha COIEepXKaHUC IIe-
pPOKCHIA BOOOPOAA M AKTUBHOCTb BHEKJIeTOUHOI [1O
c neiictBuem FeSO,. Cynbdart xkene3a B KOHIEHTpa-
IIMM, SKBUMOJISIPHOM KOHIIEHTpAlMU TeMUHA, He
OKasbIBaJl BIMSTHUS HU Ha comepxkanue H,O, B Kop-
HSIX, HA Ha aKTUBHOCTb BHeKJIeTouHoit I10 (puc. 3).

Kak m ciaemoBano oxumaTh, 00paboTKa IIpoOpoCT-
KoB nHruoutropom I1O azugomM HaTpusl CHUXKaIa ak-
TUBHOCTh BHEKJIETOYHOI (opmbl (pepmenTa. Ilpu
aToM noj, aeictBrueM NaN; MOJHOCThIO YCTPaHSIOCh
TOoBbIIIIEHNE aKTUBHOCTHU I10, BBhI3bIBAEMOE JTOHOPOM
CO (puc. 36). Taxke a3um HATPUS CHIKAJ COmepKa-
HUE TEepOKCHAa BOIOpoAa B KOPHSX U IIOJHOCTBHIO
YCTpaHSIJI €ro MOBBIIICHUE B TPUCYTCTBUM TeMUHA
(puc. 3a). B To ke Bpemst unruourop HAJI® - H-okcu-
J1a3bl UMUIa30J1 IPaKTUIECKHM He BIUSUT Ha BhI3bIBAC-
MbIii toHOpoM CO 3 dheKT MOBBIIICHUS CoaepkKa-
Hust H,0, B KOpHSIX.

B mpucyrcTBUM cKaBeHIKepa MepoKcuaa BOIO-
pona JIMTM ero conmep:kaHne B KOPHSIX CHIKAJIOCH,
TakKe 1pu oopadotke JIMTM He perucTpupoBaioch
MOBBIIIIEHUE COAEPKAHNUS ITIEPOKCUIA BOOOPOAA B Ba-
puaHTe ¢ TeMruHOM (puc. 3a).

B nenoMm, monydeHHBIe pe3yibTaThl YKa3bIBaloOT,
YTO TeéMUH, AeicTBys Kak noHop CO, oka3bIBaJl OO-
CTaTOYHO CIeUU(UIECKOe BIUSHUE HAa TeHEPaLUIo
MepoKcuaa BOAOPOIa KOPHSIMH IIPOPOCTKOB IMIIIEHU -
®UBNOJIOTUS PACTEHUN Ne 2

TOM 68 2021



ADPK-3ABUCMMOE MHAYUNUPOBAHUE T’EMMHOM 181

20, ()
200 - a

180

o8

b
160+ b b

Conepxanue H,0,,
HMOJIb/T CBIPOI MaCChI

bc bc be
140 - c
120 I'h
1 2 3 4 5 6 7 8 9
BapuaHt

10 11

. - 6
E 0.55 (6)

;

Eb0.45— 1

5

[}

55035— b 2

£ 3 ) T I b
»-QE 1 I
5 2 1 1
2 g o0asr[! . be
CQM 1
;z l_I_l T

0.15
1 2 3 4 5 6 7

BapuaHt

Puc. 3. Bimanue remnna, remornoouna, IMTM, asuna narpus, nmunasona u FeSO4 Ha conepkaHue rnepokcuaa Bogopona (a)
U aKTUBHOCTb BHeKJIeTOuHO# [1O (6) B KOpHSIX MeHULIbl. (a): 1 — KOHTpoJIb; 2 — reMuH (5 MKM); 3 — remorsioouH (10 MkM);
4 — remuH (5 MKM) + remorio6uH (10 MkM); 5 — IMTM (150 MkM); 6 — remus (5 MKM) + IIMTM (150 MxM); 7 — a3y HaTpust
(1 MM); 8 — remuH (5 MKM) + azun Hatpus (1 MM); 9 — nmunazon (10 MkM); 10 — remus (5 MKM) + umunaszon (10 MxM);
11 — FeSOy4 (5 MkM); (6): 1 — KoHTponb; 2 — reMuH (5 MKM); 3 —remorio6uH (10 MkM); 4 — remun (5 MkM) + remMorio6uH
(10 MKM); 5 — aszun Hatpust (1 MM); 6 — remuH (5 MKM) + asun Hatpust (1 MM); 7 — FeSO,4 (5 MKM). OnMHaKOBBIMM JIATUHCKHU -
MU OyKBaMU 0003HAYEHBI BEJTMUMHBI, PAa3INIUSI MEXKIY KOTOPHIMH He 1ocToBepHHI ITpu P<0.05. [Tpumeuanue. ConepkaHue Tie-
pOKcHIa BOAOPO/IAa B KOPHSIX OMpeAessiii yepes 2 4 1nocjie Hayaja 00paboTKU reMUHOM U/WIM yepe3 4 4 OT Hayaia 00paboTKU
JIPYTUMM COSAMHEHUSIMU, aKTUBHOCTb BHEKJICTOYHOM NEPOKCUIa3bl AHAJIM3UPOBAIU Yepe3 1.5 4 rmociie Havyasia AeMCTBUSI FreMUHa
u/wim yepes 3.5 9 1ocsie Havyajia o0paboTKU IPYTUMU COETUHEHUSIMU.

IBI. DTOT 3P (dEKT, IO BCEM BEPOITHOCTH, OOYCIIOB-
JICH TIOBBIIIICHUEM aKTUBHOCTU BHeKjeTouHoil I10,
KoTopasg MoxeT reHepuponatb ADK, B ToMm uyucie
nepokcua Bogopoaa (puc. 2, 3).

B cBs13u ¢ oOHapyXXeHHbIM BiIusiHuEM qoHopa CO
Ha reHepaumio ADK oueHUBau ero neiicTBUe U Ha
AKTMBHOCTb KJIIOYEBBIX AHTUOKCUIIAHTHBIX (hepMeH-
TOB. IIpn 06paboTKe reMMHOM B KOPHSIX ITOCTEIIEHHO,
K 24 4 HaOMoIeHWi1, TTOBBIIIaachk akTUBHOCTE COJ]
(puc. 4a). AHaJIOTUYHBIM 00pa3oM M3MEHSJIACh aK-
tuBHOCTE KAT (puc. 40) u pacrBopumoii [10 (puc. 4B).

st mokasaTtenbcTBa INPUYMHHO-CIIEICTBEHHOM
CBSI3U MEXIY BBI3bIBAEMBIM OOpPabOTKOl TeMUHOM
MOBBIIICHUEM COAEPXKaHUS MepoKCHAa BOAOpoda B
KOPHSIX ¥ YBEJIMYECHUEM aKTUBHOCTA AaHTUOKCUIAHT-
HBIX (pepMEHTOB OliecHUBaIY BiusiHUE noHopa CO Ha
MX aKTUBHOCTb B IPUCYTCTBUU cKaBeHIkepa H,O,
JAMTM. O6paboTKa 3TUM COeaMHEHUEM caMa I1o cebe
He Biausiia Ha aktuBHOCTE COJl, HO ycTpaHsiIa ee I1o-
BBIIIIEHNE, BBI3bIBAEMOE IeiicCTBEM reMuHa (puc. 5a).

Yepes 24 4 mocie IMOBpeXAamIlIero Imporpesa B
KoHTpose aktuBHOCTh COJI He U3MeHsIach, a B Ba-
pHaHTe ¢ TEeMUHOM HECKOJIbKO CHMXKajach. B Bapu-
aHTax ¢ IMTM u ero komObMHauLMel ¢ reMUHOM aK-
tuBHOCTH, COJI mocie moBpexXparmollero mporpena
CYIIIECTBEHHO He m3MeHsu1achk. O0paboTKa ImpopocT-
KOB CyJb(MaToM Kejile3a He BIMsIa Ha aKTMBHOCTh
CO/l xak 0o, TaK 1 IMocJjie MMoBpeXXaarolero porpesa
(puc. 5a).

®U3UOJIOTHS PACTEHUN Ne 2
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B mmpucyrcteum JIMTM aktuBHOCTE KAT B KOp-
HSIX HE U3MEHSIACh, IIPU 3TOM CKaBEHIXKEP MEPOKCH-
Jla BOAOPO/Ia YCTPAHsUI €€ ITOBHIIIEHNE, BEI3EIBAEMOE
o0pabotkoit reMuHOM (puc. 50). Cynbdar xenes3a He
OKa3bIBaJl BJIMSHUS Ha aKTUBHOCTh (DepMEHTa B KOP-
Hs1X TIpopocTKoB. ITocie moBpexmaioniero mporpesa
aktTuBHOCTb KAT BO Bcex BapuaHTaX ONbITA CHUKA-
Jl1ach JI0 TIPUOJIU3UTEIBHO OJUHAKOBBIX BEJIUYMH, HO
B BapMaHTE C T€MHHOM aOCOJIOTHHIC €¢ 3HA4YCHUS
OBLIM HECKOJIBKO BHIIIIE, YeM B KOHTpoJe (puc. 50).

AxtuHoCcTh [10 B mpucyrcrBun IMTM He uzme-
HsUlach, ogHako ckaseHmxkep H,O, B 3HauMTEIBbHON
CTENICH! HUBEJIMPOBAJI €€ MOBBIIICHUE, BHI3HIBAEMOE
00paboTKOiT mpopocTKOB reMuHoM (puc. 5B). Ilom
neiicteueM FeSO, akTMBHOCTH (bepMeHTa HE U3MeE-
HSIJ1aCh.

IMocie moBpeXIalolmiero mporpeBa akKTUBHOCTH
ITO B KOpHSIX MPOPOCTKOB KOHTPOJIBLHOTO BapuaHTa
HECKOJIBKO ITOBHIIIAJIaCh, a B BapHaHTe ¢ 00paboT-
KOIl TeMMHOM He usMeHsach (puc. 58). [lpu sToMm
a0COJTIOTHBIE BEJIMYMHEI B BapuaHTte ¢ gfoHopom CO
JIOCTOBEPHO NpEeBBIIIAIM 3HAauYeHUs KOHTpoysi. Bo
BCEX OCTAJIbHBIX BapMaHTAaX OMNbITA OTJINYUS AKTUB-
HocTH 1O OT COOTBETCTBYIOIINX 3HAUYEHUIA KOHTPO-
JIST OBLIM HECYILECTBEHHBIMU.

B TeueHuMe nmepBhIX CYTOK MOCTIE MMOBPEXIAIOIIETO
porpeBa MPOPOCTKU OCTABAIUCH XKUBBIMH, UX T10-
BpEXICHUS He BU3YyaIM3UPOBaIUCh. OTHAKO BBIXOM
COEIVHEHMI, MOTIOLIAIONIX B YILTPahUOICTOBOMI
00J1aCTU CHEeKTpa, U3 KIETOK KOpPHEM 4depe3 CyTKHU
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Bpewms, u

Puc. 4. [lunamuka aktuHoct CO/I (a), KAT (6) u pac-
tBopuMoOii 1O (B) B KOPHSIX IIPOPOCTKOB IMIIECHULIBI ITPU
00paboTke TeMUHOM. / — KOHTPOJIb; 2 — reMuH (5 MKM).
OIMHAKOBBIMU JIATUHCKMMU OyKBaMU O0O3HAa4YEHBI Be-
JIMYMHBI, Pa3iuyusi MeXIy KOTOPBIMU HE JTOCTOBEPHBI
mpu P<0.05.

TOCJIe IMIPOrpeBa B KOHTPOJIHLHOM BapHaHTE YBEIUIN-
BaJICSI TIOYTU B JIBa pas3a IO CPaBHEHUIO C COOTBET-
CTBYIOILLIMM TOKa3aTeJIeM Y IPOPOCTKOB, KOTOPbIE HE
MOABEPrajuch mporpesy (puc. 6a). O6paboTKa reMu-
HOM 3HAYMTEILHO CHIKAJIA BBIXOI BEIECTB M3 KOp-
HEl MMPOPOCTKOB TTOCIIe TTOBPEXKIAIOIIETO IIPOrpeBa.
Ilon Bnusitnuem JIMTM, obGnagaiolero aHTUOKCHU-
JMaHTHBIMY CBOMCTBaMU, BbIXOJl COEAUHEHUIA, TTIOTJIO-
IIAOINX B YIbTPadUOIETOBOM 00JacTH, HEMHOTO
YMEHBIIIAJICSI, OMHAKO 3TOT 3(PdheKT He OBLI T0CTO-
BepHbIM Tipu P < 0.05. B TO ke Bpems Bo3aeiicTBUE
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Puc. 5. Bmmanue remuna, IMTM un FeSO,4 Ha akTus-
HocTtb COJ] (a), KAT (6) u pactBopumoii I1O (B) B Kop-
HSIX TIPOPOCTKOB IMIIEHUIIBI. 1 — KOHTPOJb; 2 — FreMUH
(5 MkM); 3 — AMTM (150 MmxM); 4 — remuH (5 MKkM) +
+ IMTM (150 MxM); 5 — FeSO,4 (5 MxM). I — nepen rmo-
Bpexxnarolmm rporpeBoM; 11 — yepes 24 4 mociie 10 MuH
nporpesa 1pu 45°C. OnMHAKOBBIMU JIATUHCKUMMU OYKBa-
MU 0003HAYEHbI BEJIMYUHBI, PA3JIUYUSI MEXIY KOTOPBIMU
He noctoBepHbI Ipu P < 0.05. IMpumevanue. [epen mpo-
TPEeBOM KOPHU IMPOPOCTKOB MHKYOUPOBAIM B TeueHHe 24 4
Ha pacTBopax reMruHa win FeSO,4, nHKyb6anust Ha pacTBo-
pe AMTM — 26 4, npu KOMOMHMPOBAHHOU 0OPabOTKE
AMTM u remunom JIMTM BHOCUIU B cpeny MHKYOaIuu
3a 2 4 10 BBE/ICHUsI B HEEe TeMUHA.

AMTM mipakTU4eCcK MOJTHOCTBIO YCTPAHSLIO MOJIO0-
KUTEIbHOE BIUSIHNE TeMUHA HA CTAOMIIBHOCTh MEM-
OpaH KJeToK KopHeii. O6padoTka cysibdhaToM KeJieza
HE OKa3bIBajia BIMSIHUS HA BbI3bIBAEMBbIM MTOBPEXKIa0-
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Puc. 6. Boixon BellecTB, NOIJIOLIAIOIINX B yIbTpaduroneToBoii (YP) 061acTu CIIeKTpa, U3 KOPHEil TPOPOCTKOB ITILIEHUIIEI (a)
¥ BBKMBaHUE TTPOPOCTKOB (0) Iocie TIOBPEXIAIOIIEro porpeBa. 1| — KoHTposib; 2 — reMuH (5 MKM); 3 — IMTM (150 MmxM);
4 —remuH (5 MKM) + IMTM (150 MxM); 5 — FeSO,4 (5 MKkM). OnHaKOBBIMU JJATUHCKUMHU OYKBaMU 0003HAYEHBI BEIMYMHBI,
pasaInuus MeXAy KOTOpbIMU He 1ocToBepHbI Ipu P < 0.05. IIpuMmeuanue. Beixon BellecTs, norioiamiiux B YO, onpeaensin
yepes 24 4, BBDKMUBaHME MPOPOCTKOB — Yepe3 3 CyT Mocie MOBPEeXKIaoIIero nmporpesa.

LM TIPOTPEBOM BBIXOJ U3 KJIIETOK KOPHEM coeanHe-
HUI, TTOIJIOIIAIOIINX B YJIBTPadUOJIECTOBOM 00JacTU
crnekTpa (puc. 6a).

HMHTerpaibHblii TTOKa3aTedb BbDKMBaHUS TIPO-
POCTKOB 4epe3 3 CyT Iocjie CTPECCOBOro BO3Aeli-
CTBUS BIIOJIHE COOTBETCTBOBAJ ITOKA3aTeNIO BbIXOJA
BEILECTB, TOIJIOLIAIIINX B YIbTpadroaeToBoi 06a-
CTU CMEKTpa, KOTOPbIN OINpenesiii paHblle — Yepes
1 cyt mocie nporpesa (puc. 66). Tak, rmoa BIUSHUEM
reMMHa BbIKMBaHME MPOPOCTKOB 3HAYMTEJIBHO YBE-
JIMYMBaiIoCch, Ipu obpadorke JIMTM mnoutu He U3-
MEHSJIOCh, a TP KOMOMHHUPOBAHHOM JI€AICTBUY CKa-
BEHIKepa MepoKCcKrIa BOJOpoaa M TeMUHA 3alllUTHOE
JIeJICTBUE IIOCIEOHEro He MposBIsuIoch. OOpaboTKa
npopoctkoB FeSO, He oka3biBajia BIUSHUS Ha MX
BbIXXKMBaHUE MOCJIe TMTOBPEXIAI0IIero IMporpena.

OBCYXIEHUE

IMonyyeHHBIE HAMU PE3yJbTAaThl CBUAECTEIBCTBY-
IOT O TIOJIOXWTEJIbHOM BIIMSIHUM OOpabOTKU IIPO-
pocTKOB TeHUbl JoHopoM CO reMMHOM Ha UX
TeIJIOYCTOMYNBOCTE. DTOT 3(hPEKT MPOSIBIISIICS KaK B
COXpaHEHMUM LIEJIOCTHOCTH MeMOpaH, onpeaesieMoi
MO BBIXOAY BEIIECTB, IOIJIOIIAIOIINX B yIbTpaduo-
JICTOBOIT 001acTH cIieKTpa [24], TaK 1 B MOBBIIIICHUH
MHTErpaJibHOI'O MOKAa3aTeJIs — BELKMBAHUS IIPOPOCT-
KOB 4epe3 3 cyT mocjie MOBPEeXIAalollero Mmporpesa
(puc. 1, 6). Ectb ocHOBaHMS yTBEpKAATh, YTO CTPECC-
MPOTEKTOPHBIE 3(p(HEKTHI TeMUHA B YCIOBUSIX HAILIMX
SKCIIEPUMEHTOB CBS3aHBI C €ro IeiicTBUEM UMEHHO
kak poHopa CO. Tak, ero 3amuTHOE BIMSIHME Ha
MPOPOCTKU IIPU TUIIEPTEPMUM TOJTHOCTBIO YCTpaHSI-
JIOCh CKaBEHIKEPOM MOHOOKCHUIA YIIepoaa TeMOIJIO-
ouHoM (puc. 16). Kpome Toro, npyroii pemnokc-akKTHUB-
HBII MPOLYKT PeaklMM pasoXeHus reMuHa — Fe?',
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Kak ToKa3ajiu CHelMalibHbI€ OTBIThl C UCTIOJIb30Ba-
HueMm FeSO, B koHUeHTpauuu 5 MKM (3KBUMOJISIP-
HOW KOHLIEHTpallM¥ FTeMUHA), He OKa3bIBaJl BIUSTHUS
Ha COCTOsIHME MeMOpaH KJIETOK KOPHEM Tociie Mmpo-
rpeBa MPOPOCTKOB M Ha UX BbKMBAHUE T1OCJIE TPEX-
CYTOYHOTO oTparBaHus (puc. 6). Takke o6paboTKa
5 MxM FeSO, He BnusiJia 1 Ha Apyrue uccienyeMbie
nokasaTejiu: coAepXaHuhe MepoKcuja BOIOpoOaa
(puc. 3) 1 aKTUBHOCTh aHTUOKCUIAHTHBIX (pepMeH-
TOB B KOpHX (puc. 5). Cieayer OoTMETUTh, YTO COJIU
Fe?" ucnonb3yloTcss B SKCIEPUMEHTaX B KAuyeCTBE
areHTOB OKMCIUTEIbHOTO cTpecca. OgHako, KakK Io-
KazaHo Hamu paHee, FeSO, npu oOpaborke mnpo-
POCTKOB TILIEHUIIbI BbI3bIBAJI 3aMETHOE TIPOSIBJICHUE
addekTa OKUCIUTETHLHOTO CTpecca B KOHIIEHTpalluu
5 MM [25], To ecTh Ha TPU MOPSIAKA IIPEBHIIIAIONICH
HMCMOJIb3YyEeMYIO B HACTOsIIIEH paboTe.

ITonyyeHHbBIE pe3yJIbTaThl CBUAETEIBCTBYIOT O TOM,
yTo (pusunonorndeckue 3dekTsl noHopa CO remuHa,
MO-BUAVMOMY, PEaIM3YIOTCS C y9acTUEM IIepOKCHIA
BOJIOPOJA KaK CHUTHAJIBLHOIO TocpeaHuKa. Tak, mon
BIMSIHAEM TeMHMHA MPOUCXOAMIIO TPaH3UTOPHOE IIO-
BeIlIIcHUE conepxkanus H,O, B KOpHSX MPOPOCTKOB
(puc. 2a). [Toxoxyo IMHAMUKY UMela U aKTUBHOCTD
BHekJieTouHoit 11O (puc. 20), KOTOpYyIO paccMaTpuBa-
IOT B KQ4EeCTBE OJHOIO M3 BaXKHBIX MPOMAYLIEHTOB Ie-
pokcuza Bogopoda [26]. Ilpu 3ToM MakcUMaJbHOE
yBeJIMUEHME aKTUBHOCTHU (pepMeHTa HEMHOTIO OIlepe-
KaJlo BpeMeHHOM MakcuMmyM conepxkanusa H,O0,
(puc. 2), 4TO yKa3plBaeT Ha MPUYMHHO-CIEACTBEH-
HYIO CBSI3b MEXKIY aKTUBalMeil o BIMSHUEM oOpa-
6otk noHopoMm CO BHekJieTouHOM 11O 1 moBbIIIIE-
HUEM COJepKaHUs MePOKCHIA BOJOPOAa B KOPHSIX.

Pe3ynbraThl MTHTMOUTOPHOIO aHAJIN3a TAaKKe CBU-
JIeTEIbCTBYIOT B MOJIb3Y MPEAIIONIOXEHUS 00 y4acTUU
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BHekJleTouHOIl 1O B o6pasoBannu ADK B KopHsIX
o, BiusiHueM goHopoB CO. Tak, uHruourtop ITO
a3y HaTpMs KakK BbI3bIBAJI YTHETEHHE aKTUBHOCTU
BHEKJIETOYHOI (hopMbI 3TOTO (hepMeHTa (puc. 30),
TaK 1 yCTPaHsIJI MOBBILIEHUE CONEPXKaHUSI TIEPOKCHUIA
BOJOPOAA B KOPHSIX IPOPOCTKOB, 00pabOTaHHBIX T0-
"HopoMm CO (puc. 3a). HeobxommmMo OTMETUTH, YTO
NaN;, nomumo nHrudbuposanus I[1O, Mmoxert nonas-
JISITh LIMTOXPOMHOE IbIXaHME Yyepe3 LIUTOXPOMOKCH-
JTa3HbIA KOMIUIEKC. XOTSI OOBIYHO JIST TOCTVKEHUS
Takoro 3 deKTa Ha paCTUTEIbHBIEC KISTKU A CTBY-
IOT 3TUM METa0O0JIMYECKUM SIA0OM B KOHILIEHTPALIVSIX,
CYILLIECTBEHHO IIPEBBIIIAIONINX MCIIOJIb30BaHHYIO B
Hamwux ombiTax [27]. Tem He MeHee, TOOOYHBIX (-
¢eKTOB a3uaa HaTpusl, B TOM YMCJIe CBSI3aHHBIX C I10-
JIaBJIECHMEM LIMTOXPOMHOIO IbIXaHMsI, IOJHOCTBIO
WCKJIIOUUTh HEJIb3s, XOTsI €CTh OCHOBaHMSI I10J1arath,
YTO MX IPOSIBJIEHNE B KPAaTKOBPEMEHHEBIX DKCIICPH-
MEHTaX OTHOCHUTEIBbHO He3HauuTeabHOe. [1pu aToM
JIaHHbIE IO BPEMEHHOM TMHAMMKE aKTUBHOCTHU BHE-
kietrouHoii I1O u conepkaHusl mepoKcuaa BOIOpoaa
B KOPHSIX IIPOPOCTKOB MIIEHUIIBI IIPU UX 00paboTKe
noHopoM CO (puc. 2) ¥ yCTpaHEHUIO a31UI0M HaTPpUSI
kak aktuBaumu I[10O, Tak u Hakorutenus H,O, (puc. 3),
MO3BOJISIIOT IIpeaIiojiaraTh BaXXKHYIO POJIb MMEHHO
sToro ¢epMeHTa B obpazoBanuu ADPK, naaynupye-
MOM 00pabOTKOM FTeMUHOM.

I1o kxpaitHeil Mepe, OMTMH M3 MEXaHU3MOB 00Opa-
30BaHUS TIEPOKCHUIa BOOOPOAa C yYaCTUEM BHEKIIE-
toyHoit 1O MoxeT 3aKio4aThbCsI B OKHUCIIEHUU
HAJI(®) - H MoneKyIsIpHBIM KUCIIOPOAOM B IIpU-
CYTCTBUU (DEHOJIbHBIX KO(aKTOPOB, IPOUCXOMISI-
muii Mo cymMMapHoMy ypaBHeHuio: 2HAJI(®P)-H +
+ O, - 2HA(P) + H,0, [26]. [lonyuyeHHBIE DaH-
HBIE O BO3MOXKHOM poyi BHeKyeTouHoM 1O B reHe-
pauun ADK kiaeTKaMu KOpHeii IIpy IeCTBUM TOHO-
pa CO cornacyiorcd ¢ IpyruM 3ddeKToM, N3ydeH-
HBIM B pabote Xuan u coaBT. [17]. B Heit moka3aHo
yCTpaHeHNE BEI3BIBAEMOTO TeMaTUHOM YCUJICHUS PO-
CTa KOpHEU IIPOPOCTKOB IMIIIEHUIIBI IIPU X 00padoT-
K€ He TOJbKO CKaBEHIXKEPOM IepOKCHIIa BOAOPOIa
HOAUIOM Kanust, Ho u uHruoutopoM I1O cammmmii-
TUIpoKcaMoBoOM KuciaoToit. [1pu aToM, ogHako, BO-
IIPOC 0 MEXaHM3Max MHAYLIMPOBAHUS MOHOOKCUIOM
yriiepoaa oopazoBaHust ADK, 3aBUcUMOro ot BHe-
kireTogHoli I1O, ocTaeTcst OTKPHITHIM.

[Mo-Bunumomy, ycuieHue obpazosanHus H,O, B
KOPHSIX IIPOPOCTKOB IIpu 00padbotke moHopoMm CO
SIBJISIETCSI TIPOLIECCOM, BaXKHBIM JJIsl aKTUBAILIUM aH-
THOKCUJAHTHOM CUCTEMBI. Tak, BEI3bIBAEMOE JOHOPOM
CO noseunrenre aktuBHocT COJl, KAT u ITO B kop-
HSIX TIPAKTUYSCKU HEe TIPOSIBIISIIOCH TIPU X 00paboTKe
CKaBeHIxKepoM Tepokcuaa Bogopona JIMTM (puc. 5).
D¢ deKTl NOBBIIIEHUS 10 BIMSHUEM 3K30T€HHOIO
MOHOOKCHIA YIJIepoAa aKTUBHOCTU aHTUOKCHUIAHTHBIX
¢GEepMEHTOB Yy pacTeHMIA pa3HBIX TaKCOHOMMYECKMX
IPYII, OCOOEHHO B CTPECCOBBIX YCIOBUSIX, K HACTOSI-
IeMy BpeMeHU OOHapy>KeHbl BO MHOTHX HCCJIeI0Ba-

augx. Tak, mon BiustHEM BomHoro pactBopa CO B
KOPHSIX ITPOPOCTKOB MILIEHUIIBI, TTOABEPIHYTHIX JIeii-
crButo NaCl, IIpoucxXoaniao yCUJIEHUE 3KCIIPECCUU
redHa Mn-COJI n moBbpIIIIeHNE OOIEH aKTUBHOCTH
CO/1 [28]. ¥ pactenuii Cassia obtusifolia, monBepray-
TBIX J€HICTBUIO CTPECCOBBLIX KOHIICHTPpALIM XJIOpUIa
HaATpUsI, IIpU 00pabOTKEe TeMATUHOM OTMEYEHO YBe-
muueHne aktuBHocTu COJl, KAT, Hecnermpuue-
ckoii I1O, ackopbarmepokcuaasbl M TIIyTaTUOHPE-
nykrasel [10]. Cnemyer, omHaKO, OTMETUTh, UTO B
KOHTEKCTE YCTOMYMBOCTU PACTEHUI K TUIIEPTEPMUU
BJIMSIHUE IOHOPOB MOHOOKCHIA YIJIepo/1a Ha COCTOSI-
HUe (epMEHTATUBHON aHTUOKCUIAHTHOM CUCTEMBI
JIO CUX TIOp CHELMAIbHO He MCCIeA0BAJIOCh.

Takum o6pa3om, B Hallleil paboTe BIepBbIe IOKAa-
3aHa poJib MEPOKCHUIA BOAOPOAA, BEPOSITHO, T€HE P -
pyeMoro ¢ yyactueMm BHekjiaeTodHoit I1O, B akTuBa-
o1 (pepMEeHTaTUBHON aHTUOKCUIAHTHOI CHUCTEMBI
U Pa3BUTUM TEIUIOYCTOMUYMBOCTU MPOPOCTKOB ITIIIE-
HULBI noa geiictBueM noHopa CO.

Brionne oueBMIHO, 9TO OOHapy:XKeHHAas B HAIIUX
skcnepuMeHTax ADPK-onocpenoBaHHas aKTUBaLIVS
AHTUOKCUIAHTHOM CUCTEeMBI ITpU AekicTBrmM foHopa CO
HE €IWHCTBEHHbIA MEXaHW3M, CIIOCOOCTBYIOIIWIA ITO-
BBILLIEHUIO TEIIOYCTOMYMBOCTU IPOPOCTKOB ITILIEHM-
bl K HacToseMy BpeMeHH TakoKe TT0JTydeHbI JaHHbIE
00 ycumeanmn goHopaM CO HaKOIUIEHUS B paCTEHUSIX
psiia MYJbTUMYHKIMOHAJIBHBIX HU3KOMOJEKYIISP-
HEIX IIPOTEKTOPHLIX coenumHeHmnii. Tak, y pacTeHUiA
MIIIeHUIBI TIPY COJIEBOM CTpecce OOHAPY:KEHO yCH-
neHue goHopoM CO skcrpeccuu reHa Al -mupponuH-
5-KapOOKCHIATCUHTA3bl M CHIDKEHHE SKCIIPECCUU
reHa IIPOJIMHACTUAPOreHA3bl, IIPUBOSIIEE K HAKOII-
neHuto npoauHa [29]. [Ipu ocMoTmYeckoM cTpecce,
o0yciioBiaeHHOM neiictBueM [19I'-6000, y mpopocT-
KOB MILIEHUIIBI, 00paOOTaHHBIX TeMaTUHOM, YCUJIV-
BaJIOCh HakoIrwieHue caxapos [5]. C yuyacTueM MOHO-
OKCHJIa yTjiepoja MOXKET aKTUBUPOBAThCSI U CUHTE3
ankajaonaoB. HegaBHO mmokazaHo, 4TO OeiiCTBUE T~
MepTepMHUH Ha pacTeHUsI TabaKa BHI3bIBAJIO 3aBUCH-
MBI OT TeMoKcureHasbl-1 oumocuHTe3 CO B KOpHSIX,
YTO MHAYLAPOBAJIO YCUJIeHUE 00pa30BaHUS 3KaCMO-
HOBOI KMCJIOTHIL. B pe3yiibTaTe 3TOro akTUBHUPOBAJICS
XaCMOHATHbIM CUTHaJbHBIA KacKal, 4yTO, B CBOIO
ouepenb, MPUBOIWIO K TEPMOUHIYLHPOBAHHOMY
YCWJICHUIO CUHTE3a HUKOTHHA [7].

OO6cyxnas MoJydeHHbIE B Halllell paboTe pe3yJib-
TaThl, HEJb3d WUCKIIOYUTH, 4TO (PU3NOJIOrMUIECKUE
3¢ pekThl 3k30reHHOro CO 0T9aCTU MOTYT OBITH CBSI -
3aHbI ¢ U3BMeHeHeM (DYHKIIMOHUPOBAHUS MUTOXOH -
npuit Kak ogHoro ucrodHnukoB AMK [14]. Ognako,
HACKOJIBKO HaM M3BECTHO, CHEIUAaIbHBIX HCCJIEIO-
BaHUI perynsitopHoro neiicteusi CO Ha oGpa3oBa-
Hue ADK B MUTOXOHIPUSIX 1O CUX TTOP HE TIPOBOAVI-
JIOCh, XOTsI, TI0 aHAJOTUU C KJIETKAMU XKUBOTHBIX,
MpearnojaraeTcs BO3MOXHOCTb YCUJIEHUSI TeHepaliuu
A®DK 3a cueT MHTMOUPOBAHKUSI MOHOOKCHUIOM YIJie-
pona komiuiekca 1V (mutoxpomoxkcuaassl) [30]. s
®UBNOJIOTUS PACTEHUN Ne 2
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BeIsIcHEHM BusaHUA CO Ha IbIXaTeJIbHBI MeTabo-
JIU3M M BO3MOXKHOTO BKJIaJla 3TOTO MeTaboin3Ma B
¢dopMUpOBaHUE YCTOMUYNBOCTH PACTEHUIA HEOOXOI -
MBI CIIELIAAJIbHBIE VCCIIENOBAHMS.

Kak curnanbHasg Monekyna CO, 1mo-BUIMMOMY,
HaXOOUTCS B CJIIOXKHOM (DYHKIIMOHAJIBHOM B3alMO-
IeicTBUM He ToabKo ¢ ADPK, HO U MHOTMMU JpYIU-
MU TTOCpeaHUKaMU U (putoropmoHamu [2]. TTomyue-
HEI I0KA3aTeIbCTBA YY4aCTUSI MOHOB Kanblus [2], OK-
cuma asota [5] m cepoBomopona [8] B peanmzanmm
CTpeCcC-TIPOTEKTOPHBIX 23(PPHEKTOB TOHOPOB MOHOOK-
cuga yriaepona. M3BeCTHO, YTO OCHOBHBIE Ta30-
tpaHcMutTepbl — NO, H,S u CO — pyHKIIMOHAIBHO
CBSI3aHBI APYT € ApyroMm, a Takke ¢ ADK [2]. OnHako
WCCJIEAOBAaHUSI II0 BBISICHEHMIO B3THUX CBSI3CH IIpU
dopmupoBaHM WHIYLIMPpOBaHHONH CO yCTONYMBO-
CTU pacTeHUI K TUIIEPTEPMUU U IPYTUM abMOTUYEe-
CKHM CTpeccopaM I10Ka HaXOIsSTCs Ha HadaJabHOM, B
OCHOBHOM (p€HOMEHOJIOTUYECKOM, CTAIUMN.

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBMU KOHGJIUKTA
nHTepecoB. HacTosimas ctaThst HE COOEePXUT KaKUX-
JTM0O0 MCCIIeTOBAHWI ¢ y9aCTUEM JIIOACH M SKUBOTHBIX
B Ka4eCTBE OOBEKTOB UCCIICTOBAHUIA.
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HccnenoBany MOJIEKYISIPHBIE U SIIMT€HETUUECKUE CIIOCOOBI PETYJISILIMKA aKTUBHOCTHU KIIOUEBBIX (hepMeH-
toB LITK, 2-okcornyrapatneruaporeHassl (2-OI'I) u manatneruaporeHassl (M) B TUCTBSIX KYKYpY3bl
B FMIIOKCUYECKUX yCIoBUsX. [Toka3zaHOo, 4TO peryisiiust CKOpOCTU (PyHKIIMOHUPOBAHUS SH3UMOB B CTpeC-
COBBIX YCJIOBUSIX O0YCJIOBJIeHA HE KOH(GOPMAaIIMOHHBIMU TpaHCHopMaLsIMU O€JIKOBBIX MOJIEKYJI, 4 U3ME-
HEHUEM TPAHCKPUILIMOHHON aKTUBHOCTU KX T€HOB. AHAIM3 YPOBHS TPAHCKPUITOB FeHOB, KOAUPYIOLINX
2-OI'’IT u MAT', BBISIBUI KOPPEJSILMIO C UBMEHEHUSIMU 0011Iei (hepMeHTaTUBHOM aKTUBHOCTH. I1pu nH-
KyOalliy pacTeHUI B TMIIOKCUYSCKUX YCIIOBUSIX HaOII0MAI0Ch CHIDKeHUE 3KcIpeccun reHoB 2-OT AT n
MJT. YcraHOBIEHO, UTO KoJIebaHUe Colep>KaHUsI TPAHCKPUIITOB FeHOB 0gdh- I i ogdh-3 CONPSIKEHO C U3-
MeHEHHEM MeTHIbHOro craryca CG-AMHYKICOTUIOB B UX IIPOMOTOpaX. YBeIMUeHUE SKCIIPECCUM ITUX TEHOB
COIIPSEKEHO CO CHIDKEHUEM CTENEHM METWJIMPOBAaHUS UX MPOMOTOPOB. M HA060OpOT, yMEHbIIIEHE OTHOCU-
TEJILHOT'O YPOBHS TPAHCKPUIITOB BBI3BAHO POCTOM KOJIMYeCTBA MeTWINpoBaHHbIX CG-auHyKIIeoTuaoB. Jena-
€TCsI BBIBOJI, O peryissuvu (OYHKIIMOHUPOBaHUS 2-0KCOIIyTapaTaeruaporeHasbl U MajlaTaeruaporeHasbl B
YCIOBMSIX HU3KKMX KOHLIEHTpALUil KUCI0POAa MOCPEACTBOM SIUTEHETUUYECKOIO MEXaHM3Ma, TO €CTh IIyTeM
U3MEHEHUs] METWJILHOTO CTaTyca MPOMOTOPOB MX T'€HOB.

Kiouesbie ciioBa: Zea mays, 2-0KCODTyTapaTaeruaporeHasa, MajaatieruaporeHasa, TMIOKCHUST, TPAHCKPUIT-

mus1, metrmmpoBanue, JJTHK
DOI: 10.31857/S0015330321010061

BBEAEHWE

EctecTtBeHHast cpema oOMTaHUS MHOTUX pacTe-
HUII HepeaKo TOoJABEpXKeHa 3aTOIICHUIO, KOTOPOe
MIPUBOAUT K HEAOCTATKY KHMCJIOpOIa B IIOYBEHHOM
MMOKPOBE — I'MITOKCUM, YTO BHI3bIBAE€T 3HAUYUTEILHBIC
U3MeHeHUsI B (PyHKIIMOHUPOBAHUU KaK BCEro opra-
HU3Ma B LIEJIOM, TaK M OTACIbHBIX €r0 (hepMEHTHBIX
cucteM [ 1—3]. Tpanchopmalys gpIXaTeIbHBIX TyTSH
BO3MOXHa pa3HbIMU criocobamu. [Tpu aHOKCcUU TTpo-
WCXOOUT YBEIWYECHUE MONU TJIMKOJIM3a W IEHTO30-
docdarHoro myTH [4], a TaKKe MCIOJIH30BaHME aJlb-
TepHATUBHBIX MYyTeil OKUCIEHUSI BOCCTAHOBJICHHBIX
KodepMeHTOB [5, 6]. CortacHO HEKOTOPHIM JINTEpa-
TYPHBIM JaHHBIM, TIPU CHMKEHUM YPOBHSI KOHIICH-
Tpaluu BHYTpUKIeTOYHOTO AT®D Ha 15-20% Ha-
OromaeTcs yrHETeHHE BEOyIINX SHEPro3aBUCHUMBIX
GYHKIIMOHAJBHO-METAa00JIMUYEeCKX TIpoleccoB [7].
B ycnoBUSIX THIIOKCUM AbIXaTeIbHas Leb MUTOXOH-

Cokpamenns: 2-OI'II" — 2-okconmyraparaeruaporeHasa; MAT —
manaraerunporerasa; MC-IILP — meTtun-cnenuduyHas mo-
JIMMepa3Hasl 1IeITHAas peaKITus.

JIpUil ydacTBYeT B (POPMUPOBAHUU CUCTEMBI OTBETa
opraHusMa Ha Ae(UIINT KUCI0POoaa, TaKM 00pa3oM,
obecrreynBas agarTUBHYIO peakimio [8—10].

2-0KcorjlyTapaTAeruaporeHa3Hbli KOMILIEKC
(2-OTr'AK, K® 1.2.4.2) — ciioxxHast MyJIbTU(hEPMEHT-
Hasl cucTeMa, BKJIIoJalollasi B CBOi COCTaB TP He3a-
BUCUMBIX (pepMeHTa, KOTOpble 00eCTIeUnBaIOT OKMC-
JITENIbHOE JeKapOOKCUIMPOBaHUE 2-0KCOIIyTapaTa
(20T) ¢ obpazoBaHueM cyKIIMHWI-COA: 2-0KCOry-
tapatoeruaporeHasy (2-OT'IT, E1, K® 1.2.4.2.); nu-
rugpoannoaMuacykuuHuiarpancdepasy (JAJICT, E2,
K® 2.3.1.61) n permgponunoaMuaAcTUIPOreHa3y
(AJ1d, E3, K® 1.8.1.4.). U3BecTHO, YTO y reTepo-
TPO(MHBIX OPTAaHU3MOB HAOIIONAETCSI U3BMEHEHUE aK-
tuBHOCTH 2-OI'JIK B ycnoBusix rurnokcuu [11]. g
pacteHuit ¢ C;-TUIIOM MeTaboIM3Ma MOKa3aHO MH-
TUoMpylollee AeCTBE HU3KNX KOHIIEHTpalIuid K1C-
Jjopoaa Ha ¢yHKuMoHupoBanue 2-OT'IK [4, 12].
INepBoiit kKomnoHeHT 2-OT'IK — 2-oKcoriyTapatie-
rUaporeHasa KyKypy3bl (Zea mays 1..) — kogupyeTcst
TpeMsl TeHaMU, PacIioOKEHHBIMU B pPa3HbIX XPOMO-
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comax. IlepBriii reH ogdh-1 1oKaan3oBaH BO 2 Xpo-
Mocome (LOC100383579, Gene I1D: 100383579) u co-
ctout u3 10 3k30HOB. BTOpoii reH ogdh-2, paHee aH-
HOTMPOBAaHHBIIT Kak Kommpylommii 2-OT'JII, B
HacToslIee BpeMsl IIpU3HAaH MCeBI0-TEHOM, PaCIOIO-
XeHHBIM B 9 xpomocome (LOC103639200, Gene 1D:
103639200), on mpeacrtabneH 15 sk3oHamu. TpeTuit
reH ogdh-3 xomupyet 2-OI'II'-mogoOHBIN GesloK U1
pacriojioxxeH B 10 xpomocome (TIDP3354, Gene ID:
100383847), cocrout u3 9 s3k30HOB. MMeroTCsT maH-
HBIe, corylacHo KotopbiM 2-OT'JIK, moMrmMo MUTOXOH-
JIPUAJIBHOM, IMEET U SIIEPHYIO JTOKAIM3aIUI0, O0eCIIe-
qpBasi MPOLECC CYKIMHIIMPOBAHMS 34 CUYET CBSI3bIBA-
HUS ¢ Ju3uH-auerwiTpaHcdepaszoit 2A (KAT2A) uz
IIPOMOTOPHBIX 00JIaCTeii T€HOB, YTO TOBOPUT O POJIU
JTaHHOTO MYJIBTU(PEPMEHTHOTO KOMILJIEKCa B SITUTE-
HETUYECKOM peryasiiiuu padboThl reHoMa [13].

ManataeruaporeHasHasi CUCTeMa ITOBCEMECTHO
pacIipocTpaHeHa B pacTUTENIbHOI KiieTKe. Manatie-
rugporeHasza (M, K® 1.1.1.37) — ¢epmeHT, KaTa-
JIMBUPYIONINI 06paTUMOe OKHMCIIEHUEe MajaTa 10 OK-
cajioaleraTa. AHaJIM3 MEXXIYHAPOIHOM 6a3bl JAHHBIX
GenBank m mmutepaTypbl TO3BOJMII OOHAPYXWTH
10 renoB HAJI"-3aBucuMOil MalaTaeruaporeHassol,
JIOKaJIN30BaHHBLIX B pa3HBIX xpoMmocomax [14, 15].
I1pu 3TOM, MUTOXOHIPUAJILHEIE (DOPMBI SH3MMA KO-
IUPYIOTCS IBYMsI TeHAMU, JIOKAJTU30BaHHBIMU B pa3-
HBIX xpoMocoMax: reH mMdh (Gene 1D: 100274264) B
6 xpoMocome u reH mMdh-2 (Gene 1D: 100273428) B
8 XpoMocoMe, KOTOpBIe CoaepKaT 7 3K30HOB.

MwutoxounpuanpHag MJIIT ygacTByeT B IIMKIIE
Kpebca, npu aTOM B KauecTBe KohepMeHTa UCHOb-
syer HAJI". Cymecrsyer MIAI (MaJMK 3H3UM,
K® 1.1.1.39), xoTopasi KaTaau3upyeT peakluio Ie-
KapOOKCMJIMPOBAaHMsI, y4acTBYS KaK B BBHIpaOOTKe
HAJIH, TaKk 1 B pery/isiiiy ypoBHSI IMOKCHUIA yIIepoaa
BHYTPU KJIETOK. VI3BECTHO, UTO TUIIOKCHUSI OKAa3bIBaeT
3HAYUTEIFHOE BIMSIHAE Ha aKTUBHOCTh MaJIaTISTUIPO-
reHas. /JymreasHOe MpeObIBAaHUE PACTEHUIA B TUTIOKCH -
YEeCKMX YCJIOBUSX IPUBOIUT K YBEJINUYCHUIO aKTUB-
Hoctu HAJTH-M/IT" B KOpHSIX ¥ TUCTHSIX IIIECHUIIBI,
YTO FOBOPUT O CMEIIEHUM PaBHOBECHUS peaklMu B
CTOpPOHY OOpa3oBaHus MayaTa [16].

MmMeeTcss MHOXECTBO CBMAETEIBCTB TOTO, YTO B
YCJIOBUSIX AEUCTBUS TUIIOKCUU B PACTUTEILHOM Op-
raHu3Me TPOUCXOAUT YBEJIMUYCHHUE YPOBHSI BHYTPUKJIIC-
TOYHOTO CyKIIMHATa 3a CYET aKTMBU3ALIUU JIOTIOJ-
HUTEJIbHBIX METabOJMUEeCKUX TIyTei: aKTUBallUU
I'AMK-11yHTa, BKJIIIOYEHUSI MEXaHM3Ma IpeBpalleHUs
2-okcorytapara B ooxon 2-OI'JIK yepe3 akTUBalLMIO
2-okcornyraparokcureHasel (200, K® 1.14.11), a
TakxXe B pe3yJibTaTe paboThl aJlaHMHAMUHOTpaHche-
passl (ATAT, K® 2.6.1.2) [4, 12, 17].

Takum 06pa3oM, BaXKHBIMUA TOYKAMU B MEXaHU3-
Me€ CTpeCcC-UHAYLIMPOBAHHOTO OTBETA PACTUTEILHOTO
OopraHu3Ma Ha TUIIOKCHIO SIBJISIIOTCSI TaKue (pepMeHT-
HbIe CUCTEMBI KaK 2-0KCOLTyTapaTaeruapore Ha3HbIi
KOMIUJIECKC M MaJlaTaeruaporeHa3Hast cucrema. PaHee

HaMU OBIJIO MTOKAa3aHO, YTO (YHKIMOHMPOBAaHUE CYK-
LIUHATAETUAPOTEHA3bl B KYKYPY3€ B YCIIOBUSIX TUIIO-
KCUM PETYJINpPYeTCs 3a CUeT U3MEHEHUSI cTaTyca Me-
TUIMpoBaHUs OoTaebHBIX CG-IUHYKIEOTUIOB TIPO-
MOTOPOB T'eHOB [ 18].

Llenab paboThl — MCcaeaOBaHUE CTaTyca METUIM-
poBaHusi CpG-0CTpOBKOB MPOMOTOPOB I'€HOB B pe-
ryJIsIuumn GyHKUIMoHupoBaHus pepmeHToB 2-OI'JIK
1 M/IT" B TUCTBSIX KYKYPY3bl B YCITTOBUSIX HU3KUX KOH-
LIEHTpalUii KUCTIOpOoaa.

MATEPUAJIBI U METOJ bl

HMcnonb3oBanuck 1ucThs 10—12 gHeBHOI KYKypy-
36l copTa BopoHexckas-76, BbIpallleHHbIE THIPO-
MOHHO Mnpu 10-4acoBOM CBETOBOM JHE Y MHTECHCUB-
HoCcTU cBeTa 25 Br/M? B KIMMAaTM4ecKoil Kamepe
(“LabTech”, IOxnHas Kopes). leiicTBue HU3KUX
KOHIIEHTPpALIMii KMCJIOPOa B CPelie OCYIIECTBISIIOCh
IMyTeM IIOMEIIEeHUSI pacTeHUIl C IIpeaBapUTEIbHO
yoaJIeHHO KOpHEBOI CHCTeMoOit Ha 24 4 B BaKyyM-
SKCHKATOpP, B KOTOPKIN mopaBajicsa a3oT. B kadyecTse
KOHTPOJIbHOM TPYMITbl UCHOJIb30BAIIMCH PACTCHUS C
MNpeaBapuUTEeIbHO YIAJCHHOW KOPHEBOM CHUCTEMOM,
IMOMEIIIEHHbIE B BAKYYM-3KCUKATOP B YCIIOBUSIX HOP-
MaJibHO# aspannn. st NCKIroUYeHUsT BIUSTHUS (PO-
TOCUHTETUYECKOM CUCTEeMbl 00€ TpYyMIlbl PAaCTCHUIA
IIpeaBapUTEIbHO SKCIIOHUPOBAIMCH B TEMHOTE B Te-
yeHure 24 9 1o mpoBeaeHMs 3KcriepuMenTa. Ha rmpotsi-
JKEHUU BCEro 3KCIIepMMEHTa pacTeHUsT TakkKe Haxo-
JIVINCH B YCIIOBUSIX OTCYTCTBUSI ICTOYHUKOB CBETA.

st BbIAEIEHNUST MUTOXOHAPUAIbHON (dpaKiiuu
HaBecKy (5 T) TUCThEB KYKYPYy3bl pacTupaiu B dap-
¢opoBoii cTymnke co cpenoii BeiaeneHus: 0.15 M ka-
mii-ocharueiii 6ydpep (pH 7.4), 0.4 M caxapoaa,
2.5 MM BTA, 1 MM xstopun kanusi, 4 MM xiopun
MarHus, 0.05% Tputon X-100 B cootHotmennu 1 : 10.
TI'omoreHar dmTpTpOBaM M LIEHTPU(YTAPOBATIA 3 MUH
rpu 3000 g Ha nentpudyre Eppendorf 5804R (“Ep-
pendorf”’, I'epmanus). CynepHaTaHT LIEHTpUQYTrU-
poBanu 10 mus ripu 18000 g. BeimeneHHyo hpakiimio
MUTOXOHAPUI pa3pylliaii OCMOTUYECKUM IIIOKOM B
cpene, comepxameit 0.15 M kanuii-ocdarHbiii Oy-
dep (pH 7.4). CrenneHp pa3pynieHUsT MUTOXOHOPUIA
ob1a 60siee 90%, 4TO KOHTPOJUPOBAIU METOIOM
mukpockormu Ha Olympus CX41RF (“Olympus”,
Smonus). [MonyyeHHYI0 (DpaKIIio MUTOXOHIPHIA MC-
T0JIB30BAJIU IS onipeaesieHus1 aktuBHOCTU 2-OT AT u
MATI'. Bce MaHUITYISILMY ITPOBOAUIN IIPU TEMIIEepa-
Type +4°C.

AxtuBHocTh 2-OI'JIT" ompenensuin crieKTpodo-
toMmeTpudecku Ha CD-2000 (3AO0 “OKb Cnektp”,
Poccust) mo ckopoctu o6paszoBanuss HAJIH B peak-
LIMOHHOI cMecH cienytolero coctana: 0.1 M kanuit —
docdatuwrit 6ydep (pH 7.5), 0.05% Tpuron X-100,
0.5 MM MgCl,, 2 MM HAI*, 0.12 MM nutnii-CoA,
0.2 MM tnamuagudocdar, 2.5 MM Cys-HCI, 1 MM
AM®, 1 MM 2-okcorayrapar Kanusd, SE nunmoamu-
®U3UOJIOTUI PACTEHUN Ne 2
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Puc. 1. lunamuka ¢pepMeHTaTUBHOM aKTUBHOCTH 2-0K-
COTJIyTapaTaeTnAPOreHa3hl B INCThIX KYKYPY3HI B yCIO-
BUSIX TUTMIOKCUM. | — KOHTpPOJIbHAsI TPYIINa pacTeHU;
2 — ONbITHAs IpyMIa pacTeHUIA.

neruaporeHassl (“Sigma”, CIIA) [19]. B koHTpoe
HCIOJIL30BalIN cpedy 6e3 2-0KCcornyTapara Kaausl.

AxtnBHOCTE MJII' ompenensnm crieKTpodoTo-
METPUYECKU MTpU JJIrHE BOIHBI 340 HM (TTOTJI0IIEHUE
BoccraHoBiaeHHoro HAJIH), B cpene criekrpodoTo-
MeTpHpoOBaHUs cienymoniero cocrapa: 100MM Tpuc-
HCI, pH—8.0, IMM oxkcanoanerar, 0.2 MM HAJIH,
10 MM MgCl, [20].

PHK wu3 pacteHwuii BblIensuii MeTomoM (eHOJ-
XnopodopMHOIT 3KcTpakumm [21].

Oo6parHyto TpaHckpumiuio MPHK npoBonunu c
MCHOJb30BaHWEM OOpaTHOM TpaHCKpuITasbl M-MulV
(“EBporen”, Poccwms). Ilombop mpaiimMmepoB ocy-
IIECTBJISUIM HA OCHOBE HYKJICOTHUIHBIX IOCJIeI0Ba-
tenbHOCTENM 13 GenBank ¢ moMoIbio IIporpaMMbl
Primer-BLAST (Supplementary, Table 1, 2). ITomu-
Mepas3HylO 1LIEMHYI0 peaklnio B peaJbHOM BPEeMEHU
npoBoavin Ha mnpubope LightCycler96 (“Roche”,
IBeuust) ¢ kpacureiaem SybrGreen 1 (“EBporen”,
Poccust). KonmmuecTBo MaTpuilbl KOHTPOJMPOBAJIM C
MOMOIIBIO TTapajUIeIbHOM aMIUmMuKauum (pakropa
anoHraumu ef- 10 [22]. B xauecTBe OTpUIIATEIHFHOTO
KOHTPOJISI MCITOJIb30Bajiu cymmapHyio PHK 6e3 aTa-
na obpatHoI TpaHCKpunuu. OTHOCUTEILHEIN yPO-
BEHBb DKCIIPECCUU UCCIEAYEMbIX T€HOB OIIPEASIISIIIN C
npuMeHeHueM 222 metona [23].

JHK Bwimensiim ¢ momomipio Habopa [TPOBA —
I'C (“OHK-TexHonorust”, Poccusi) corjacHO peKo-
MEHIALMSIM IIpon3BoauTestst. s nccienoBaHus M3Me-
HeHus cratyca metrympoBaHus CpG-InHYKIEOTHIOB
MMPOMOTOPOB T'eHOB 0gdh- 1, ogdh-2, ogdh-3 2-okcoriy-
TapaTaeruaporeHasspl U IpomMoropa reHa mMdh ma-
JaTOernaporeHas3bl Oblla IpoBedcHa OMCyIbpUTHAS
Mmonudukanus oopasuoB JHK [24]. AHanu3 npoMo-
TOPOB HUCCIIeayeMbIX TeHOB Ha Hanmure CpG-ocTpoB-
KoB m 110100p mpaiiMepoB miast MC-ITHP ocymiecT-
JISITTA € TIoMol11Ibto TiporpamMbl MethPrimer. ITocieno-
BaTEJIbHOCTH IpaiiMepoB 11t npoBeneHnss MC-ITLP
npeacrasieHbl B Supplementary (Table 3, 4).
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Puc. 2. luHaMuka (pepMEeHTATUBHON aKTUBHOCTH MUTO-
XOHAPUATbHON MaJIaTAETUAPOTEHA3HI B JIMCThSIX KYKypy-
3bl B YCJIOBUSIX TUTIOKCUM. | — KOHTPOJIbHASI TPYIINa pac-
TEHUI1; 2 — OIBITHAS IPyMIla paCTCHUIA.

OTMBITEI TPOBOAWIN B 3—4-KpaTHO ITOBTOPHOCTSIX,
aHAJIMTUYECKIE OIPeAeICHUS IJIs1 KaxKI0il IIPOObI OCY-
IIECTBISUIM B Tpex moBTopHOCTsX. IlpenBapurenbHast
OlLIEHKA XapakKTepa paclpeAc/ieHUs] MPOBOAWIACH IO
acumMetpuu U 3kcueccy (Excel, Microsoft Office), a
Tak:Ke ¢ IMOMOIbI0 Kputepust Koamoroposa-Cmup-
HoBa. IlojiydeHHbBIC 3HAYCHUS TTO3BOJMIN OLIEHUTh
XapakTep pacrpeneiieHus KaKk HopMalIbHbI. Kpure-
puit CTblOIEHTa WCHOJB30BAICI C HPUMEHEHUEM
MOITpaBKM Ha MHOXKECTBEHHbIE CpaBHEHMUS (ITOIIpaB-
ka boHdeppoHn) [25]. JonoaHUTEIbHO MPUMEHSIN
OIHO(MAKTOPHEBIN IucIiepcuoHHBII aHanm3 ANOVA,
KOTOPBI TTOKa3aJjl, YTO MCclieAyeMblii B padboTe (ak-
TOp OEUCTBUTEIBHO OKAa3bIBaJ BIIMSHUE (BIUSHUE
¢akropa moctoBepHo 1pu P < 0.05).

PE3VJIBTATBI 1 OBCYXIEHHUE

IIpoBeneHHoe wucclienoBaHUWe IOKa3ajlo, 4TO B
MepBbIe Yachl MHKYOAIIMU pacTEHUI B Cpefie C HU3KUM
cofiepXXaHUEM KHUCJI0poaa HaOI01aT0Ch CHJIBHOE CHU-
xkeHue aktuBHocTu 2-OI'JIK, HaunHas ¢ mepBoro yaca
aKcrepuMenTa (puc. 1). I'pymnmna KOHTPOJIBHBIX pacTe-
HUIi HEe IEMOHCTPUPOBAJIa 3HAYUTEJIbHBIX U3MEHEHUIA
o0I11Iei (hbepMEHTAaTUBHOM aKTMBHOCTU (M3MEHEHUST B
npenenax KojedaHuil). AHAJIN3 TMHAMUKHA aKTUBHO-
CTU MUTOXOHApUanbHO popmbr MJIT" Takke moka-
3aJ yMeHblIeHUe (epMEeHTAaTUBHON aKTUBHOCTU B
MEPBbIE Yachbl DKCIEPMMEHTA — KOJMUYeCTBO Gep-
MEHTATHUBHBIX €IMHULL CHU3WJIOCH ITOYTHU B 3.5 pas3a B
CpaBHEHUY C KOHTPOJIBHOI I'pyNIToi pacTeHuii (puc. 2).

Perynstimst ckopoctt (byHKIIMOHMPOBAHUST SH3M-
MOB B CTPECCOBBIX YCIIOBUSIX MOXKET OBITh CBSI3aHa KaK C
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Puc. 3. luHamMuka U3MEHEHUsI OTHOCUTEILHOTO YPOBHSI
TPaHCKPUINTOB reHa ogdh-1 v cTeneHu MEeTWIMPOBAHUS
CG-aVHYKJIEOTUIOB MIPOMOTOPA B JIMCThSIX KYKYPY3bl B
YCJIOBUSIX TUTIOKCHUU.
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Puc. 5. luHamMuka U3MEHEHUsI OTHOCUTEIBLHOTO YPOBHSI
TPAHCKPUINTOB IreHa 0gdh-3 U CTerneHu MEeTUJIMPOBAaHUS
CG-aVHYKJIEOTUIOB MIPOMOTOPA B JIMCThSIX KYKYPY3bl B
YCJIOBUSIX TUTIOKCHUU.

KOH(pOPMAIIMOHHBIMU TPaHC(OPMALIUSIMU  OETKOBBIX
MOJICKYJI, TaK ¥ ¢ U3MEHEHHEeM TPaHCKPUIILIMOHHOMN
aKTUBHOCTHU T€HOB HCCIeAyeMbIX (pepMeHTOB. B cBsI3n
C 3TUM HaMHM OBLIO IIPOBEICHO MCCICAOBAaHUE YPOB-
Hs TpaHckpunToB reHoB 2-OT' AT 1 M/IT B ycmoBusix
pa3JIMYHOrO ra30BOIo COCTaBa.

ITpoBeneHHBI aHAIN3 YPOBHSI TPAHCKPUIITOB TIe-
HOB, Konupyomux ¢pepmeHTsl 2-OL AT, BeISIBIII KOpP-
PENSILIMIO C U3MEHEHUSIMU 001Iel (hepMEeHTaTUBHOM
aKTUBHOCTU. B rpymmne pacteHuil, ”HKyOaIusi KOTo-
DPBIX OCYLIECTBIISIACh B Cpelie C HU3KUM COAEPKaHU-
€M Kucjaoponaa, HabJIoAaloCh CHUXXEHUE SKCIpeCc-
cuu reHoB 2-OT' AT ogdh- 1, ogdh-2, ogdh-38 7.4, 3.3
u 1.7 pa3, coorBeTcTBeHHO (puc. 3—5). IlocTermeHHOE
CHUXEHNE OTHOCUTEJIbHOTO YPOBHS TPAHCKPUIITOB B
YCJIOBUSIX TUIIOKCUM OBbLIO XapaKTepHO U IJis TeHa
MuToxoHapuanbHou popmbl MJT (mMdh). K 24 ga-
Cy 9KCIIEPMMEHTA YPOBEHb TPAHCKPUINITOB UCCIIEAYyE-
MOTO TeHa Hadajl cHrXaThbes (puc. 6). [NonxydeHHbIE
JIaHHbIE CBUIIETEILCTBYIOT O PETyJsiliuu paboThl re-
HoB 2-OI'IT" 1 MI Ha ypoBHE TeHOMa B JIMCTBHSIX
KYKYpPY3bl TIPU TUTTOKCUM.

Panee yxxe ymoMHHAJIOCh, YTO paboTa HEKOTOPHIX
MUTOXOHIPUATBHBIX (EPMEHTOB (CYKIIMHATICTHI-
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Puc. 4. JluHaMmrka U3MEHEHUSI OTHOCUTEILHOTIO YPOBHS
TPaHCKPUIITOB IreHa ogdh-2 M CTETIeHU METWIMPOBAHUS
CG-avHYKJICOTUIOB MIPOMOTOPA B JIMCThSIX KYKYPY3bl B
YCJIOBUSIX TUTIOKCHUU.
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Puc. 6. luHamMuka U3MEHEHUs] OTHOCUTEILHOTO YPOBHSI
TPAaHCKPUIITOB TeHa mMdh 1 cTerieHUu MeTUIUPOBaHUS
CG-avHYKJIEOTUIOB MIPOMOTOPA B JIMCThSIX KYKYPY3bl B
YCJIOBUSIX TUTIOKCHUU.

poreHa3sbl, (pymaparruaparasbl, ATO-11uTpaTinaszbl)
peryjaupyercsi SIUreHeTUYECKU, 3a CUET UBMEHEHUS
METWJILHOTO cTatyca oTaefbHbIX CG-IUHYKIEOTH-
OB TIPOMOTOPOB UX TeHOB [18, 26, 27]. B cBa3m ¢
3TUM HaMM OBLJT IIPOBEACH aHaIN3 IIPOMOTOPHBIX 00-
nacrteii reHoB, kogupyomux 2-OLAI u MATI. Ana-
JIU3 TIpOMOTOpa reHa ogdh- I, Konupymoliero 2-oKco-
mIyTapataeruaporeHasy Ha Haamnune CpG-0CTpOBKOB,
oKazajl, YTO B IPOMOTOPHOI 00J1aCTU NaHHBI TeH He
conepxut H1 ogHoro CpG-octpoBka (puc. 7a). AHaIu3
reHa ogdh-2 1o3BOJIUJI BBISIBUTH B IPOMOTOPHOI 00-
Jlacti Hannmuure Tpex CpG-0oCTpOBKOB € pa3zMepamu
118, 120 u 180 m.H. (puc. 76). [IpomoTop reHa ogdh-3
comepxan nBa CpG-ocrpoBka ¢ pasmepamu 116 u
591 1.H., COOTBETCTBEHHO (puc. 7B).

Hccnenosanue rena mMdh, Kooupyromero MUTO-
XOHIpHAaJIbHYIO (POPMY MaJlaTaeruaporeHasbl, oKa-
3aJI0, YTO B COCTaBe €ro IMPOMOTOpa IIPUCYTCTBYIOT IBa
OCTpOBKa ¢ BBICOKUM coaepxkanneM CG-IuHyKICOTH-
JIOB, pa3Mepbl KOTOPhIX cocTaBisiioT 110 u 157 m.H.
(puc. 7r). Hammuue CpG-0CTpOBKOB B POMOTOPHOM
00J1aCTV MOKET TOBOPUTH O BO3MOXKXHOM MEXaHU3MeE pe-
TYJISILUAN pabOThl UCCIESAYEMBIX TEHOB ITOCPEICTBOM
U3MEHEHUS CTeNeHU MeTWIMpoBaHus [28, 29].

Ne2 2021

®U3NOIOTUI PACTEHUM  Tom 68



POJIb STIMTEHETUYECKUX MEXAHU3MOB B PEI'VIIALIUN AKTMBHOCTH 2-OTI'AT 191

X 80
y 60
O 40

(@)

Q

0 200
I Lo

400

R 80

3 40
20

600 800 1000

(0)

0 200
T VI T T T A T I

R 80

Q
O 40
20

600 800

{111} [ |

1000

111 I m

(B)

0 200
AT T T TTTITR|

400

80
& 60
O 40

LN T e B N VR 1

600 1000

800
(I mo

(r)

g0 | M\W«W&J /L

0 200 400
L | | I

600 800 1000

II I e v 11

HyKJ'[eOTI/II[HaH IIoCJI€10BATCIIbHOCTDL, HYKII.

Puc. 7. AHan13 NpoMOTOPOB UCCIenyeMbIX TeHOB Z. mays Ha Hannurue CpG-oCTpOBKOB: a) reHa ogdh- I 2-okcorinyTapaTaerui-
poreHassl; 0) TeHa ogdh-2 2-0KCoTyTapaTAeruaporeHas3bl; B) reHa ogdh-3 2-oKcornyTapaTineruaporeHassl; T) rena mMdh mu-
TOXOHAPUAIBHON (hOPMBI MaJIaTAETUAPOreHa3bl. BepTuKaIbHBIMU JIMHUSIMU yKa3aHbl osioxkeHust CG-IMHYKICOTUIOB.

B pesynabraTe NpoOBEeAEHHOTO HCCIEAOBAHUS IO
BJIVSTHUIO Ta30BOr0 COCTaBa Ha CTEMEHb METUIIUPO-
BaHusl CG-IUHYKJICOTUIIOB, BXOOSIINX B COCTaB
MmpoMoTopa TreHa ogdh-1 B TeHOMe KYKYypy3bl, ObLIO
YCTAHOBJIEHO, YTO TMITOKCUS BBI3BIBACT 3HAYUTENb-
HbIEe U3BMEHEHUSI B METWJILHOM CTaTyCe UCCIIeNyEeMbIX
CG-gunHykiaeoTuaoB. IIpu 3ToM yCTaHOBJIEHO, YTO
CHUXXEHME YPOBHSI TPAHCKPUIITOB UCCIEAYEMOIO Te-
Ha CONMpPOBOXIAIOCHh MOCTENEHHBIM YBeJIMYCHUEM
CTEIIEHU MeTWIMpoBaHus oOTaeJbHBIX CG-IMHYK-
neotunos ¢ 25 1o 75% (puc. 3).

Hnsa reHa ogdh-2 0661710 yCTAaHOBJIEHO, YTO THUIIO-
KCHsI HE BbI3bIBAeT M3MEHEHMT METUJIBHOIO CTaTyca
uccienyembix CG-mguHyKieotunoB. Ha mpoTsske-
HUU BCETO BPEMEHU IKCIIEPUMEHTA CTeIIeHb METU -
JIMPOBAHHBIX JUHYKJIEOTUIOB cocTaBisuia 25% B
rpyIne pacTeHU, MHKYOalus KOTOPHIX OCYIIECTB-
JIsIach B Ta30BOM cpele ¢ HU3KUM COlepKaHUueM
Ne2 2021
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kuciiopoga. KoHTponbHas rpymnmna pacTeHUWil, Ha
MNPOTSKEHUU BCEro 9KCIIEPUMEHTa HAXOIAIIasIcsI B
YCJIOBUSIX HOPMaJbHOM Ta30BOM Cpeabl, HEMOH-
CTpUpoOBaja CXOAHbIe pe3yabTaThl (25% uccuenye-
MBIX CpG-IMHYKIIEOTUIOB ObLIINM METUJIMPOBAHBI).

B pesynbraTe mpoBeaeHHOrO MCCIENOBAaHUS CTe-
MEHU METWIMPOBaHUSI TeHa ogdh-3 ToKa3aHO, 4YTO
HU3KHME KOHIIEHTPALlMM KHMCJIOPOJa BBI3LIBAIOT M3-
MEHEHUE BEJIMYMHBI MeTuibHOro craryca CG-mu-
HYKJICOTUAOB. B Hauajie 3KCclepuMeHTa CTeIleHb
METUJIUPOBAHHBIX TUHYKJIEOTUIOB coctaBisia 50%.
CHIzKeHYe 3HAaYeHUII OTHOCUTEJIBHOIO YPOBHS TpaH-
CKPUIITOB JAHHOTO TeéHa COMPOBOXIAIOCH YBeIUYe-
HHEM KOJIMYECTBA METWIMPOBAHHBIX IIMTO3MHOB.
Crryets 24 9 OT Havyasia KCIIEpUMEHTa CTETICHb Me-
THJIMPOBaHUS ITpoMoTopa cocTabiisia 75%. Ha mpo-
TSDKEHUM BCETO OIBITa B KOHTPOJILHOM IpyIlne pac-
TEeHUI, HAaXOOSIENCs B HOPMAKCUIECKUX YCIOBUSIX,
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U3MeHeHUsT cTerneHn MetwiupoBaHust CG-IUHYK-
JIEOTUIOB He Habmonaimoch (50% Bcex MccieqoBaHHbIX
LUTO3MHOB ObUIM METWJIMPOBaHEI). ['eH, Kogupyio-
IiA MUTOXOHIpHUaIbHyI0 ¢dopmy MJIT', Takke me-
MOHCTPHUPOBAJ KOPPESILIUI0 MEXAY coaepXaHueM
TPaHCKPUIITA UCCIIEAYEeMOro reHa U U3MEHEHUEM €ro
METUJIBHOTO cTaTtyca. KoanuecTBO METMIIMPOBAHHBIX
LIMTO3WMHOB B TIPOMOTOpPE T'eHa 3a BCE BpeMsl KCIIe-
pHUMeEHTa YBEIMIUBAIOCh ¢ 25 10 75%.

Takum oGpa3om, U3MEHEHUE AKTUBHOCTU MUTO-
XOoHApHUaIbHbIX epMeHTOoB 2-OT I’ u MAT B TUCTBSIX
KYKYpYy3bl B TUITOKCUYECKUX YCIOBUSIX OOYCIOBIEHO
COCTOSIHMEM T€HETUYECKOTOo arapaTa KJIeTKU. YcTa-
HOBJICHO, YTO KOJIeOaHUsI CONEP>KaHUSI TPAHCKPUTITOB
reHoB ogdh-1 v 0gdh-3 CONPSIKEHO C U3MEHEHUEM Me-
tuibHOTrO ctatyca CG-AUHYKJICOTUIOB B UX IPOMO-
TOpax. YBeJUYeHUE DKCIPECCUN TeHOB CBSI3aHO CO
CHIDKEHMEM CTETEHU METWIUPOBAHUS UX IPOMOTOPOB,
B TO BpeMsI KaK YMEHBIICHUE 3HAYEHUI1 OTHOCUTEIbHO-
'O YPOBHSI TPAHCKPUIITOB ObLIIO BBI3BAHO YBEJINICHUEM
Kom4yecTBa MeTUIUPOBaHHBIX CG-AUHYKIEOTUIOB.
CnenoBaTenbHO, perysiuust (GpyHKUMOHUPOBAHUS
2-0KCOTTyTapaTaeruaporeHa3bl U MaJlaTaeruapore-
Ha3bl B YCJIOBUSIX HU3KUX KOHLIEHTPALMi1 KUCIopoaa
OCYLLECTBJISIETCSI HA SMUTCHETUYECKOM YPOBHE IIO-
CPEACTBOM M3MEHEHUSI METUIIBHOIO CTaTyca IIPOMO-
TOPOB UX F€HOB.

Pa6ota BeITTOTHEHA TTpY PMHAHCOBOM ITOIEPIKKE
rpaHTa Poccuiickoro ¢oHma pyHmaMeHTaIbHbIX UC-
caegoBanuii Ne 20-04-00296.

Hacrosgmag ctaTths He COIEepKUT KaKMUX-JIN00 MC-
cJICIOBAHUI ¢ ydacTUeM JIIoJeii U JKMBOTHBIX B Kaue-
CTBE OOBEKTOB. ABTOpBI 3asBIISIIOT 00 OTCYTCTBUM
KOH((}DIMKTAa MHTEPECOB.
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M3ydeHo BAMsHUE pa3HBIX CIIEKTPOB cBeTOAMOAHBIX (CJ1) MCTOUHMKOB B Mpoliecce KyJIbTUBUPOBAaHUS Ha
pasButHe pactenuii E. sativa copra “JIlukoBuHa”. McciegoBaHue IIPOBEIEHO C MCIOIb30BaHUEM 4 coOpaH-
HBIX HaMu CJI cBeTMJIBHUKOB: COJTHeUHbII 00Ke (SB), kpacHo-3enmeHno-cunmii (RGB), kpacHo-cunuii (FS)
U Teruiblid 6esb1ii (WW) B KauecTBe KOHTPOJISI, C COOTHOIIIEHEM SHEpPruii B AMara3oHe CUHUI-3eIeHblii-
KpacHbIit 14% : 48% : 38%. Criektpbl SB (26% :41% :33%), RGB (32% :19% :49%) u FS (27% : 11% : 62%)
HCTIOJIb30BaHbI TTPY ITOCTAHOBKE SKCITEPUMEHTOB LTSI TIOJIyYeHUS 9 pa3InYHBIX BADUAHTOB OCBEIIEHUS CO
CMEHOI1 CIIEKTPOB B IIpoliecce KyJIbTUBUpoBaHus. PacteHus non Bapuantamu ocBenieHus: FS-RGB, SB-FS u
RGB-SB xapakTepu3oBairich MaKCMMaJIbHBIMM 3HAYEHUSIMU ChIPOii Macchl Ttobera. [lepeHoc pacTeHuit B
60Kc SB mpuBen K 3aMeUICHUIO pa3BUTUSI KOPHEBOM CUCTEMBbI Y pacTeHUi. 3MeHeHre Me30CTPYKTYPhI
JIMCTa MIpHU IepeHoce B 0oKc SB cBMAETENIHCTBOBAJIO O TOM, UTO YCJIOBUSI 3TOTO OOKCa CIIOCOOCTBOBAIU
¢GopMUPOBAHUIO CTPYKTYPHI JICTA ¢ O60Jiee HU3KMMM MEeMOpPaHHBIMU WHAEKCAMU, C BUTOU3MEHEHHBIMU
1o hopMe KiieTKkaMu Me3odwnia. B To ske Bpemsi, BeIpallluBaHUE PACTEHUI B TeUeHWEe IBYX Heaeab Tpu SB,
a 3aTeM YeTbipeX Hemelib Tpy FS cTuMynMpoBaio pasBUTHE BHYTPEHHEN aCCUMUIISIIIMOHHOM TMTOBEPXHOCTH
JINCTA C MAKCUMAJIbHBIMU MHTETPAIbHBIMUA MHAEKCAMU TTOBEPXHOCTHU HAPY>XKHBIX MEeMOpaH KJIETOK JIUCTa
(MUMK) n xnoporutactoB (MMX), B cpaBHeHUM C IpyTMMHU BapuaHTaMu onbita. Kak ciemcTBue atoro, y
pactenuii SB-FS obOpa3zoBanack MakcuMaiabHasl cyxas Macca rmooera u KopHeii. Pacrenus 6okca FS 6e3
CMEHBI OCBEILIECHMS YCTyMainu KOHTPoJbHBIM (WW) Mo mokazaTeissM Me30CTPYKTYpPHI JIMCTA U 3aHUMAaJIU
BTOPYIO TIO3ULIMIO CpeAr APYTUX BapuaHTOB. MakcuMmanbHOoe HakoruieHre P n Ca oTMeUYeHO ISl TPYIIIThI
FS-RGB, rae BoIsiBIeHBI MAKCUMAaJIbHBIE 3HAUSHUS IIPOLIEHTA CYXOT0 BeIlleCTBa Iodera 1 KOpHeii, a Takke
MaKcHMaJlbHasl KOHIIEHTpalus aCKOPOUMHOBOM KUCIOTHI. [IepeHoc pacTeHuit u3 apyrux 6okcos B FS nmpu-
BOIWJI K CHIDKEHUIO aKKYMYJISILIMA MAaKpO3JEMEHTOB B pacTeHUsX E. sativa. Takum 06pa3om, IprMeHEeHUE
ruoKoro rpacduka OCBelIeHUS TTPY KYJIbTUBUPOBAaHUY pacTeHUi E. sativa BIUSIET HAa UX XapaKTePUCTUKU U
MOXET OBITh UCITOJIb30BAHO JUISI ONITUMU3ALIMK BbIpallIMBAaHUSI PACTCHUIA.

Kimouesbie cioBa: Eruca sativa, UHnay TMKOBUHA, CIIEKTP CBETA, CBETOAMOIBI, ME30CTPYKTypa JIMCTA, ac-
KOpOWHOBAs KMCJIOTa, KaJIbIUI, Kauii, pocdop, 3alIUIIeHHbIIT TPYHT

DOI: 10.31857/50015330321020135

BBEAEHWE

CBeT — 2JICKTPOMAarHUTHOE U3JIYYCHUE, SIBJISICTCS
OIHMM U3 CaMbIX BaXKHBIX CUTHAJIOB, KOTOPbIi1 BIISIET

Cokpamennsi: AcKk — ackopouHoBas kuciora, MM K — nHnekc
TMOBEPXHOCTU HapyKHBIX MeMOpaH KjieTok Jucta, UMX — uH-
IIeKC MOBEPXHOCTU HapyKHBIX MeMOpaH xioporuiactoB, KOX —
00beM KJIeTKU, MPUXOISILINiiCS Ha onuH xJioporuiact, CII — cBe-
Tommonbl, DTLL — a/eKTpOH-TpaHCTIOPTHBIE 1IETTA, KPAaCHO-3¢eJIe-
Ho-cuHuii cnektp (RGB), kpacHo-cunmii criektp (FS), criektp
coHeyHoro 6okca (SB), criekTp Terutoro 6esoro cBeta (WW).

Ha pa3BUBAIOIINECS PACTEHUSI, PETYJIMPYET UX peaKLInU
[1, 2], onpenensieT radbutyc [3, 4 1 ap.] U XUMUYe-
ckuii coctaB [5]. [Ipy U3MEHEHUN CIEKTPATIBLHOTO
cocTaBa 3aIlyCKaeTcsl CUTHaJIbHasl cucTeMa BHYTPU
pacTeHus [6], meiicTBHe KOTOPOT HallpaBIeHO Ha Ga-
JIJAHCMpOBaHWE WJIM CHMXXEHUWE HEeraTMBHOIO BO3Ieli-
CTBUSI cTpeccoBoro hakrtopa. CuMTaercsi, 4To KaueCTBO
CBeTa oKa3bIBaeT 0oJjiee CIOXHOE BIWUSIHUE Ha MOp-
¢donoruio 1 GU3MOJOTMIO paCTEHUH MO CPABHEHMUIO C
MHTEHCUBHOCTBIO cBeTa U (poToriepronoM [7]. Kaue-
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CTBO CBeTa BJIMSET Ha POPMUPOBAHNE U HAKOTLJIEHUE
(GOTOCUHTETUUECKUX TMUTMEHTOB JUCThEB [8], 3KC-
MPECCUI0 TEHOB pacTeHU MOCPEeACTBOM UHUIIUUPO-
BaHUSI CUTHAJIILHOTO Kackana ¢oTopenenToposB [9],
ornpenensieT MOpGhOJOrMuecKre pas3jinuusi y pacre-
HU, KYJTbTUBUPOBAHHBIX TTOJ OMHUM CITIEKTPOM, HO
C PasHbIM MEPHUOJIOM CBETOBOI 00padboTku [10].

K HacTosiiiemy BpeMeHU HaKOIUIeH OIpeaeieH-
HBbIi OTBIT MO BbIpAIIMBAHUIO PACTEHUIA MTPY Pa3HBIX
WHTEHCUBHOCTSIX OCBEIIEHUS Y MO Pa3HbIMU CHEK-
Tpamu [3, 4 u ap.]. MoHOXpoMaTUYECKUI CBET JIIO-
00li IJIMHBI BOJHBI HE CIIOCOOCTBYET HOPMaJlbHOMY
pocty pactennii [10]. JTmHBI BOJTH KpacHOTO, CHE-
ro U 3€J€HOTO CBETa IMPUCYTCTBYIOT B COJTHEYHOM
cnekTpe. Ilpu 3TOM onTuUManibHOE COYETaHHE Tpex
BapHaHTOB CBETA JIJISl pOCTa pa3HbIX paCTeHU MOXKeET
ommmuathed [10]. OTBeT pacTeHMS Ha CBET U €TO M3-
MEHEeHMe TSI KaXXI0TO BUIa, a UHOTAA U COPTa MOXET
obITh crietiucduueH [11]. [ToaToMy ucciaenoBaHue pe-
aKkIIMy pa3HbIX BUIOB pacTeHUld Ha U3MEHEHNE CBeTa
SIBJISICTCST aKTyalbHBIM. B Hameit padboTe ObLI0 Mcciie-
JIOBaHO BIIMsSIHUE 4 UICTOYHUKOB cBeToauomHoro (C)
OCBEIIIEHUSI C pa3HO 10JIeii KpaCHOTO, CUHETO U 3eJie-
Horo cBeta. OnuH u3 ncTouHuKOB (SB) nMeeT criekTp
OCBelleHMsI, CXOXU co criekTpoMm ComHua [11].

O0OBeKT ucciaemoBaHuss — cajatr pykona Mupay
(Eruca sativa Mill., Brassicaceae) copta “JIMKOBU-
Ha”. DTU pacTeHUSI — OMHOJIETHUKU, OTHOCSITCS K
paHHe- U CPeOHECIIeIBIM KYyJIbTypaM JUIMHHOTO THS;
JIMCThSI COOpaHbI B MOJIYIIPUIIOTHSTYIO PO3ETKY, BbI-
cotoii ot 18 mo 20 cM. KopoTkuii xX1U3HEeHHbIHA LIUKII
pacTeHMni1 JTaHHOTO COPTa, a TAKXKEe MX KOMIAKTHOCTh
SBJISIETCS TIPEUMYILIECTBOM IEpes IPYTMMU COPTaMU
E. sativa nmpu 1iocTaHOBKE 3KCNIEPUMEHTOB. F. sativa —
BaxXHBIII MCTOYHUK OMOTEHHOIO 0da; comepKaHue
npoJimHa B omomacce FE. sativa B 2 pa3a 00JbIlIe, YeM
B MsTe, IIHUTT-JIyKE, cajaTe, Oa3winke, KuHze [12].
B pactenusx E. sativa BeIsIBIeHa aCKOPOMHOBAST KMC-
JoTa (Ack). OHa yJ4acTByeT BO MHOT'MX OKMCJINTEIb-
HO-BOCCTAaHOBUTEIbHBIX pPEaKIIMsIX, OKa3bIBaeT 00-
IIECTUMYJUpPYIOIee BAUSHUE HA UMMYHUTET 4Yeslio-
BeKa. ACK He o0OpasyeTcsi B opraHM3Me 4ejioBeKa, a
nocTynaer TojbpkKo ¢ muieit [13]. E. sativa Gorarta
Makpo- u MukpoajieMeHTamu (Ca, K, P, Na, Zn, Fe,
Mn, Cu, Mo, B) [16], HeoOXOAMMBIMU IJIsT GIATOITO-
JIy9HOTO (pyHKIIMOHMPOBAHMSI OpraHn3Ma 4YeIoBeKa.
Tak, kanuit yaacTByeT B HOpMaIU3alluy PUTMOB CEP-
JIEYHOM MBIIIIbI, ONTUMMU3ALMU KPOBSIHOTO HaBje-
HUSI, paBHOBECUM KMCJIOTHO-IIIEJIOUHOTO OajaHca U
pEeTyIMpOBaHUM AKTUBHOCTU (PepMEHTOB, CBsI3aH-
HBIX C TIpeBpallieHrueM O€JIKOB 1 YIJIeBOJIOB 1 1p. [ 14].
Ddochop — KOMIOOHEHT HYKJIEUHOBBIX KUCIIOT, (poc-
¢omnunoB, AT®; cBsI3aH cO BCeMH CHCTEMaMU
npeobpa3oBaHUg 3SHEPIUM B XMBOM KieTke [15].
Kanpuit Heo6XomuM IJ1s1 TTOCTPOSHUS KOCTHOM TKa-
HU; IpUHUMAET yJYacTUe B PEryJISIHUU ITPOHUIIaeMO-
CTH KJIETOYHBIX MEMOpaH, MeXaHU3ME MBIIIEYHOTO
COKpallleHUsI, CEeKpelrMu W OeHCTBUM TOPMOHOB,
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KOHTPOJMPYET psili DePMEHTHBIX MPOLIECCOB, Yy4acT-
BYIOIIMX B CBEPTHIBAHUU KPOBH [ 16].

HNccnenpoBaHus mo BeIpalliuBaHUIO E. sativa mon
pa3HbIMU CIEKTpaMu TpencTaBlieHbl B psiie padoT.
Tak, ycTaHOBJIEHO, YTO M0OaBJICHE CUHETO CBETa B
muarna3oHe (420—450 HM) K OCHOBHOMY U3IIYYEHUIO
HaTPpUEBOI JJaMITbl BHICOKOTO AaBJICHUSI HE TTIOBIUSIIIO
Ha QuyopecleHIIO XjJIopoduiia, IIUHY CTeOIeH,
KOJIMUYECTBO OMOMACCHl pacTeHUuil E. sativa, HO yBe-
JIMYWJIO MTHTEHCUBHOCTD (DOTOCHMHTE3a U KOJIUYECTBO
JuctbeB [17]. Taxkke mpoBepsiu BAUSTHUE OEI0ro
ocBellleHUsI C LBeToBOiI Temmeparypoit 5000K (B
nuarnaszoHe 400—700 uM, ¢ nukamu 430 u 550 HM),
MOHOXPOMHBIX cuHero (440) u kpacHoro (660 HM)
CBETa B KAaUeCTBE JOCBETKU K €CTECTBEHHOMY OCBE-
IIEHUIO B TEIJIMIIEe TIpY BbIpaiiiuBaHuu E. sativa copra
“Poket”. Ilpu ucrnonabp3zoBaHum 6eoro u KpacHoro CJI
OCBEILIEHUsI Macca HaJ3eMHOM YacTy pacTeHUi ObLia
MaKCHUMAaJIbHO#, TOTrJa KakK IpU CUHEM CBETe 3Haye-
HUS ObLIM MUHUMAaJIbHBIMU, TIO CPaBHEHUIO C KOH-
TpojeM (ectecTBeHHBIH cBeT) [18]. Kananckue aBTo-
pBI, MCCIeMOBaBIIE BO3aeicTBUE CUHETO (450 HM) 1
KpacHoro (660 HM) ocBellleHUsT Ha pa3BuTue E. sativa
copTa “Poker”, mMOJIy9MJI IIPOTUBONOJIOXHbBIE JaH-
Hele [19]. B aToM uccnengoBanuu ucnojb3oBanu CI
JIAMIIBI: YUCTHIN KpacHbIA (660 HM), YMCTBII CUHMIA
(450 HM), codyeTaHUE CUHEro U yJabTpaduroaeToOBOro
(UVA), a Takke coueTaH1e CUHETO U JaJIbHETO Kpac-
HOTO CBeTa. bbU10 yCTaHOBJIEHO, YTO CUHUM CBET BO
BCEX COYETAHUSIX CITOCOOCTBYET O0Jiee OLICTPOMY PO-
CTy pacTeHUii, MO CPaBHEHUIO C KPACHBIM CBETOM
[19]. AHasiornyHbIe pe3yabTaThl ObUIM MOKa3aHbI MPU
KyabTuUBUpoOBaHuUM E. sativa copta “Poker” mopn
KpacHbIM (665 HM) u cuHuM (440 um) ceetom CJI
JIaMIT ¥ 6 BapMaHTaX MHTeHCUBHOCTHU cBeTta (20, 70,
120, 250, 450 1 650 Mmxmonb/(c M?)) [20]. Bbl10 BBISAB-
JIeHO, 4YTO mocje 7—8 mHeil aKcrnepuMeHTa CUHMIA
CBET CIIOCOOCTBOBAJ YIJIMHEHUIO TUTIOKOTUJISL U Ye-
PELIKOB JIUCThEB, MO CPABHEHUIO C KPAaCHBIM CBETOM
MPU pa3HbIX YPOBHSIX UHTEHCUBHOCTHU; PACTEHUS O[T
CUHUM CBETOM OTJIMYAJIUCh MEHBIIMMHU MOKA3aTeIs -
MU OuoMacchl U pa3MepoB CeMSI0JEl, MO CpaBHE-
HUIO C TAKOBBIMM MO KPaCHbIM CBeTOM. BhITsirnBa-
HU€ TUMNOKOTWISI YMEHBLIAIOCHh TPU MOBBIIIEHUU
MHTEHCUBHOCTH cBeTa [20].

BrnusiHue pasHoro cBera Ha copep:KaHUE MaKpo-
anemeHTOB P, K, Ca, a Tak:ke ACK He M3yJaJii B pac-
teHusix E. sativa. JleiicTBue pasHOro cCOYeTaHUS
KpPacHOIro, CMHETO U 3€JIECHOIO CBeTa Ha pPa3BUTHUE
pactenuit E. sativa He ucciaenoBano. Llenbo padboTsl
OBUIO M3y4YeHME (PU3MOJTOTMYECKOTO OTBETA pacTe-
Huii E. sativa copta “JIuKoBMHA” Ha N3MEHSIOIIEeCs
C/I ocBelieHUE 0151 BBISIBASHUS ONTUMAaIbHBIX YCII0-
BUil, ONpeeSIOIMX IOJIydeHNe MAaKCUMaJIbHBIX
3HAYCHUM MOP(OMETPUUECKUX, ME30CTPYKTYPHBIX
mapaMeTpoB, colepKaHNE aCKOPOMHOBOIT KMCJIOTHI,
HakoreHue MakpoainemeHToB P, K, Ca.
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MATEPUAJIBI U METOJbI

M3yuenue pasButus pacrenuii E. sativa 1ipu Bo3-
JIEACTBMM OCBEIIEHMSI Pa3HOrO CIIEKTPaJIbLHOIO CO-
craBa npoBoawiau B DenepajbHOM HAy9YHOM LICHTPE
Oomopa3HooOpa3nsI Ha3eMHOIT OmoThl BocTtouHOI
Aszun JlanpHeBOocTOYHOro otaejieHus1 Pocculickoii
akagemuu HayK (PHILI buopasHoo6pasus JIBO PAH)
B 2020 r. JI1g 3KcriepnMeHTa UCITOIb30BaJIl ceMeHa
E. sativa copra “IukoBuHa” ypoxkas 2018 r. Komma-
Huu OO0 “Ilpumopckue cemeHa” (1. TumupsizeB-
ckuit, [IpuMopckmii Kpait).

CeMeHa 3aMayrBaIv B TUCTWIINPOBAHHOI BOJE
Ha 3 nHs. [Tocie TosiBlIeHUs 3apOAbIIIIEBOTO KOpeIll-
Ka MPOPOCTKH TOMEINAIN B TUIACTUKOBBIC TOPIITKHU
06beMoM 10 cM?3, 3anoHEHHBIE TOYBOrPYHTOM. [l1st
TMOCAIKN WMCIOJIb30BAIM TOTOBBIN TTOYBOTPYHT IS
CaJloBO-OTOPOJIHBIX PACTeHMIi, LIBETOB WU paccaibl
“YHuBepcalabHbI1” ¢ coaepKaHNEM 3JIEMEHTOB: a30T —
160—240 mr/n, dochop — 145—215 mr/n, Kanmii —
180—290 mr/n, marHuit — 135 Mr/ja, TyMUHOBbIE Be-
mectBa — 35 mr/n, pH BogHOro pacrBopa — 5.5—7
(OO0 “Teppa mactep”, HoBocubupck). st akcne-
PUMMEHTA MCITOJb30BaIN XOPOIIO pa3BUThIE TIPOPOCT-
KM TIpEMEPHO OIMHAKOBOTO pa3Mepa. PaccTostHIE OT
TOpIIIKa 10 MICTOUYHMKA cBeTa cocTanisuio 80 cMm. Pac-
TEHMSI BbIpaIllMBaJIy B ITOUBE MPU CpeIHEN TeMIiepa-
Type 21°C, BmaxHocTt Bo3ayxa 70% 1 CBETOBOM pe-
kuMe 16 JacoB cBeta W 8 yacoB TeMHOTHI. [lomuB
pacTeHuil mpoBoauiau pa3 B aBa nHs. Cpasy mocie
MOCAIKHN TOPIIKH C ITPOPOCITUMU CeMeHaMH TTOMe-
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Puc. 1. CBomHbIe CIIEKTPbI U3JTy4eHUsI UICTOYHUKOB CBETa
C UHTEHCUBHOCTbIO 001ydeHust 150 MKMOJIB/(C M7).

ctuiu B 4 6okca (SB, RGB, FS u WW) skcnepuMeH-
TaJIbHOI YCTaHOBKU, CKOHCTpyUpOBaHHOU B Jlazep-
HOM LieHTpe MHCTUTyTa aBTOMAaTMKU U TPOLECCOB
yrnpaienus JIBO PAH (JIL HUAITY JIBO PAH).
Kaxmerit orcek ocHameH CJ/l cBeTMIIBHUKaMU C pa3-
HBIMM CHEKTPaJIbHBIMM XapaKTepucTukamu (puc. 1,
T1a6a. 1). CooTHOIllIEeHNE DHEPryuii B AuUara3oHe CU-
HU-3eJIeHbIA-KpacHBIH 1151 CBeTWJIbHUKA SB paBHO
26% : 41% : 33%, nna RGB — 32% : 19%: 3.1%, miusa
FS—27% :11% : 62%.

st BBIpaBHUBaHMSI YCJIOBUM OCBEIIEHUST Y BCeX
pacTeHuii BHYTpM OOKCOB co3gaBaiu muddy3Hoe

Taomuna 1. CBogHbBIE CIIEeKTpaIbHbIe XapaKTEPUCTUKU UCCIENOBaHHBIX ICTOUHUKOB CBEeTa

Twun cBeTUJILHUKA

ITapamerp Enutmna
U3MEPECHUA SB RGB FS WW
MakcnmaibHast 00IY4eHHOCTD | Ee, . MBT/M? 145.00 301.00 264.00 219.00
B Juaria3soHe JJIMH BOJIH
O6wuiast PAP obnyueHHOCTh | Ee (PAR), Bt/M2 33.10 32.40 31.60 31.40
(400700 ) PPFD, mmonb/(c M2) 154.70 153.40 154.60 150.30
% 100.00 100.00 100.00 100.0
[TnoTHOCTh hoTOocUHTETUUECKOTO (poTOHHOTO MoToka / PPFD
Cunwii Ee (PAR), Br/m> 8.40 10.30 8.50 4.50
(400500 rav) PPED, MKMoIb/(c M2) 32.60 38.70 31.60 16.90
% 25.47 31.79 26.84 14.36
3eneHblii Ee (PAR), Bt/m? 13.60 6.20 3.40 15.0
(500—600 Hm) PPED, mxmons/(c M) 62.70 28.50 16.40 70.20
% 41.09 19.04 10.70 47.77
KpacHsbrit Ee (PAR), Br/m? 11.10 15.90 19.70 11.90
(600700 1) PPED, MxMonb/(c M2) 59.30 86.20 106.50 63.20
% 33.38 49.17 62.37 37.83
®U3UONOTUA PACTEHUM  tom 68 Ne2 2021
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OCBeIIIEHUE C TTOMOIIBIO HAKJICUBAHUSI HA BHYTPEH-
HUE OOKOBbIE CTEHKMU CBETOOTpaKalollei TICHKU,
dopmMmupylolIeil paccestHHBIN cBeT. s co3maHus
OIVHAKOBOTO YPOBHSI OCBEIIEHHOCTH ITOOOUPAIN
MOIITHOCTb M3JIYYeHUSI KaxKAOTro CBETWJIBHUKA C T0-
MoIIbI0 cBeTOBBIX ApaiiBepoB (EUM-150S105DG,
Kwuraii). YpoBeHb OCBEIIEeHHOCT KOHTPOJMPOBAIN
cnektpodoroMeTpoM “TKA-Cnekrp” (HTII “TKA”,
Poccus).

HccnemoBanu BAIusTHIE pa3HOTO OCBEIIEHMS ¢ O1-
HapHBIMM TUHAMMWYECKUMM CIIEKTpaMu Ha Mopdo-
METPUYECKUE ITOKa3aTe/JM pacTeHUM, T.e. 9KCIIEpPU-
MEHT HaYMHAIW MO OMHUM CIIEKTPOM H3JIyYEHUS,
3aKaHYMBaJIM NOoJ ApyTuM. BeipamuBaHue 45 pacrte-
HUI1 B KaxKI0M OTCeKe TTPOBOIWIIU IBe Heneu. Jlanee
o 15 pactenuii u3 Kaxnoro 6okca (SB, RGB, FS) ob1-
JIM TIEpecTaBJIeHbl TaK, YTO B KaXKJIOM SKCIIEPUMEH-
TaJIbHOM OOKCe OKa3aJlUCh PaCTeHUS U3 IPYTrux OOK-
coB (SB-RGB, SB-FS, RGB-SB, RGB-FS, FS-RGB,
FS-SB); o 15 pacTeHuit ocTaauch B UCXOAHBIX OOK-
cax 6e3 nepectaHoBku (SB-SB, RGB-RGB, FS-FS).
BripammBaHue pacTeHH MO KOHIIA 3KCIIEpUMEHTA
MIPOBOJAWIIU ellie 4 HeJE/U.

boxc WW (teruiblit 6ebiit ¢ IBETOBOM TemIiepa-
typoii 3500K), ncnoab3yeMblii IS KOHTPOJISI, OCHA-
1IIeH UICTOYHUKOM CBETa, KOTOPHI UMEeT Ba OCHOB-
HBIX MaKCMMYyMa M3JIyYeHMs Ha JIMHaX BoiH 440 u
590 HM, ¢ TIIyOOKIMM ITPOBAJIOM Ha JIMHE BOJIHBI 480 HM
Mexay HUMHM (puc. 1, Tadm. 1). CooTHOILIEHUE SHEPIHi
BHYTPU OUAINa30HOB CUHUI-3EJIEHBIN-KPACHBIA PaBHO
14% : 48% : 38%. Pactenust B 6okce WW ocraBaiuch
BeCh 9KCIIEPUMEHT 0e3 IepeCTaHOBKMU.

JJ1st oLIleHKM pe3yJIbTaTOB M3ydalil MOp(pOMeTpu-
yecKure Imokaszarean (YMCciIo JUCTheB, UX IIMHY U 11~
pUHY, IJTUHY YePEIIKOB, ChIPYIO U CYyXyIO Maccy rmobera
¥ KOpHEi1, IPOLIEHT CyXOro BeIlIecTBa obera u Kop-
Heli, COOTHOILIEHME MAacChl KOpPHSI K OOILEi ChIpoii
Macce pacTeHUsl, XapaKTePUCTUKU ME30CTPYKTYPHI I -
cra), conepxaHue Ack u makpoasiemeHToB (P, K, Ca).

HUccaenoBanue me3ocTpykTypsol. [TapameTprl accu-
MWISILIMOHHOTO arrapara JIMCTa U3ydajiu y paCTeHUM
BO BCeX BapMaHTaX OMbITa, ISl aHAJIU3a MCTIOIb30BaIv
TpeTUiA HACTOSIIMI JTMCT. Me30CTpYKTYPHBII aHaIN3
OLIEHUBAET CJICAYIOIIME TPYIIIBI TTApaMeTPOB Me30(II-
Jia 1ucTa: 0ObeMHbIE, CBSI3aHHbIE C pa3MepaMu KJIETOK U
XJIOPOILJIACTOB, U YMCJIEHHbIE, KOTOPbIE CBS3aHbI C UX
YMCJIOM Ha eAUHULLY TIIoIany Jucta. Kiletku u ximopo-
IJIaCThl MPUHUMAIOTCS KaK MOIEJIU pa3HbIX T€OMETPU-
yeckuX puryp (IummHapa, cepsbl, JUIAICOMAA Bpallie-
HUA U T.D,.), 00BEMBI KOTOPBIX OITMCHIBAIOTCA MaTeéMaTu -
YECKUMM YpaBHEHUSIMU. B ypaBHEHUSIX UCTIONIBb3YIOTCS
U3MEPEHUS UTMHBI 1M TOJIIMHBI KJIETOK U XJIOpOIlia-
CTOB, COOTBETCTBEHHO. [leTanbHasi METOAUKA UCCIIeI0-
BaHM IIpUBEIeHA HaMu paHee [21].

MeToauka onpeaesieHHsI aCKOPOMHOBO KHCJIOTHI.
K HaBecke npeaBapuTeIbHO U3METBYSHHOTO ChIPOTO
oOpaszua (250 mMr) mobaBisii 1 MJ1 pacTBOpa Mypa-
BbMHOI KucaoThI (0.5%) B Bome. [loydeHHYIO CMeCh
OU3NOJIOTUA PACTEHUN Ne 2
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MHTEHCUBHO IIepeMelrBalIn B TedeHue 20 MUHYT B
nreiikepe, 3aTeM MoMeliaad Ha 15 MUHYT B LEHTPU-
dyry (18000 06/muH, 4°C). [TonyyeHHbBIN 3KCTPaKT
a"HamsupoBay BOXKX ¢ nmogHO-MaTpUIHBIM JIeTeK-
topoM (1260 “Infinity, Agilent”, CLLIA). DmonpoBaHye
MPOBOOWIM Ha IBYX MOCJIEIOBATEILHO COEIMHEHHbBIX
konoHkax Zorbax C18 (150 * 2.1 mm, 3.5 mxm, “Agilent”,
CIIIA) B MU30KpaTUYE€CKOM PEeKUME, B KQUECTBE 2JII0-
€HTa HCII0JIb30BaJIi PaCTBOP MYpPaBbUHOM KUCIOTHI
(0.1%) B Bome. CurHaji IeTeKTopa 3aIlMChIBAJIN TIPU
263 aM. CopgepkaHue AcK B 00pasiiax pacCUYUThIBAIN
METOJOM BHEIIIHEIO CTaHJapTa, IJISI OIpeae/ICHUS
rpagyMpOBOYHON XapaKTePUCTUKU MCIOJIb30BAIN
KOMMepUYecK gocTyHb L-Ascorbic acid (99%,
“Sigma”, CIIIA).

Metoauka ompeaejieHUs MaKpO3JIeMEHTOB. DJie-
MmeHTHBI coctaB (P, K, Ca) ucciaenoBaim MeTOIOM
PEHTIeHOMTYOPECIIEHTHOTO aHajli3a Ha 3HEepProauc-
repcMoHHOM criekTpomeTpe “Shimadzu EDX-800HS”
(Anonust). st aToro 1 r TOHKOM3MEJTbYEHHOTO PacTh-
TEJIbHOIO MaTepuaja 3alpecCcOBbIBAIM C ITOMOIIBIO
TUApaBINYECKOTO IIpecca B TalJeTKy-u3jIydaTelb
nuametrpoM 13 mM. J1J1s1 rpanyupoOBKU CPEACTB U3ME-
PEHMI HCMNOJb30BaJM CTaHAApPTHbIe OOpPa3IibL:
I'C0O 9091-2008, OCO 10-173-2011, I'CO 93-18-2009,
0OCO 10-176-2011, I'CO 8922-2007, T'CO 8923-2007.

Pesynbrarhl 661 00pabOTaHbl CTATUCTUYECKU C
HCIOJb30BaHuEeM ItakeTa “Statistica” Bepcum 13.0.
HuarpamMMbl MOCTPOEHBI HA OCHOBE CPEeIHUX apud-
METUYECKMX 3HAYCHU U3MEPEHHBIX ITapaMeTPOB CO
CTaHIapTHOI olIMOKOM. 151 cpaBHEeHUIA Tpyn pac-
TEHUU, KyJIbTUBUPOBAHHBIX MTPU PA3HBIX BapUAHTAX
ocseleHus, ucnoiab3oBajiu TecT ANOVA u cpaBHe-
HUE C KOHTPOJbHBIMU PACTEHUSIMU C YUYETOM f-KpU-
tepust CrproneHTa st 95% ypoOBHSI 3HAYMMOCTH.
Kputunueckmnii ypoBeHb 3HAUMMOCTH IIPU MPOBEPKE
CTaTUCTUYECKUX TMIMOTe3 MpUHUMaIn paBHbIM 0.05.

PE3VYJIbTATDBI

MopdomeTpuyeckue mapaMerpol. B TeueHue nep-
BbIX 14 mHell KyJIbTUBUPOBAHUSI POCTOBBIE XapaKTe-
PUCTUKU pacTeHUil ObUIM cXomHBIMU (puc. 2). Tak,
pacteHus Tpex 6okcoB (WW, SB, FS), kpome rpyIimst
RGB, no piuHe TUnokKoTuisl ObUIU OJM3KU IO 3Ha-
YEHUSIM K KOHTPOJIbHBIM, BbIpalllUBa€MbIM B yCJIO-
BUSIX Teruioro 6emoro ceeta WW. VYV 25% pacteHuii
WW Habtonaiy oTcTaBaHME B pa3BOpavyMBaHUU YET-
BEPTOTO JIMCTa, B TO BpeMsI KaK y pacteHuii SB orme-
TWIY pa3BopaurBaHue nsgToro jucra. [To nnvHe niep-
BOI0 JINCTA MEHBIIMMHU 3HAUYCHUSIMU XapaKTepu3o-
Basiuch pacteHust 6okca FS, B To Bpems kKak To
LIMPUHE NIEPBOTro JIUCTa OTCTaBaHUS He HabJoganu,
110 CpaBHEHUIO C pacTeHUsIMU WW,

AHanu3 pe3ynbTaToB, MOJIYYEHHBIX IOCe 6 Heaeab
pocTa pacTeHMI1, BBISIBIJI, YTO MAaKCUMAaJIbHYIO CHIPYIO
HaI3eMHYIO MacCy HaKallJIMBaIul PAaCTEHUs B BapUaH-
te ocBeleHus1 FS-RGB (puc. 3a). Pactenusi, nepeHe-
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Puc. 2. luarpamma MOp(hOMETPUYECKHNX XapAKTEPUCTUK IOBEHUIBbHBIX pacTeHuil Eruca sativa copt “JIlukoBuHa” JIBTUBU -
bl

POBaHHBIX ITOJA PaA3HBIM CIIEKTPaJIbHbIM CBETOAMOAHBIM OCBEIIEHUEM 2 Henenu.

JlnnHa
TUMOKOTUJISI

Pa3HbIM CIIEKTPaJIbHbIM CBETOAMOAHBIM OCBEIHICHUEM 6 Henenb. * — JOCTOBEPHOCTD P < 0.05 no oTHOIIEHUIO K KOHTPOJIIO;

Puc. 3. lnarpamma MmopdomeTpruyeckux XxapakTepucTuK pacteHuid Eruca sativa copT “AuKoBrHA”, KyJIbTUBUPOBAHHBIX MO
** — moctoBepHOCTh P < (.01 MO OTHOILIEHUIO K KOHTPOJIIO.



BIIMAHUE CBETOAMOJHOI'O OCBEILIEHUA HA MOP®OTI'EHE3 199

Taoauua 2. Me30CTpyKTypHbBIE XapaKTepUCTUKM JIUCTbeB Eruca sativa copT “/IMKOBUHA” , BIPAILIEHHBIX B TeYeHHE 6 He-

JEJIb Ha CBETY pa3HOro CIICKTpaJlbHOI'O CoOCTaBa

IMapameTpst R SB-SB RGB-RGB FS-FS SB-RGB SB-FS RGB-SB RGB-FS FS-SB FS-RGB
KOHTPOJTb

Tomuuna 301 £ 1.47 | 257 £3.73 |237.00 &+ 2.03|254.22 £+ 5.13|224.93 £+ 2.93|293.67 £ 2.03|205.87 £ 2.71|245.50 £+ 2.32(218.73 £ 2.22(217.20 £ 7.92
JIUCTA, MKM

Yucno 19.46 £ 0.81 | 20.34+ 1.6 | 19.26 £ 1.38 | 24.02+ 1.54 | 34.94 £+ 1.5% | 34.34 £ 2.7* | 23.3+3.09 | 29.01 £0.74 | 22.24 +2.87 | 24.35+ 1.55
XJIOpOILUIa-

croB B | cm?
JIMCTA, MJTH.

KOX 635+ 28 488.96 + 701 £ 15 661 £ 11 290+ 8 642 + 64 239+ 11 366 + 17 379 £ 15 292 +5
MaJIMCaTHbBIX 21,41

KJIETOK,

MKM?

KOX 475 £ 11 224+ 8 426 £ 17 398 + 14 9111 289+ 19 164 £8 223+ 13 300 11 1373
ryouaTbIx

KJIETOK,

MKM?

MK 17.29 13.48 16.93 21.44 15.51 26.17 9.96 16.96 14.46 10.47
NMX 13.30 16.04 17.49 31.81 25.42 41.85% 23.41 23.42 27.62 27.1

ceHHble n3 6okca SB B 6okcel RGB u FS (SB-RGB,
SB-FS), a Takxke BbIpalliliBaeMble Ha ITPOTSKEHUU
Bcero skcrepmuMeHTa B bokce RGB, nmenu tenneH-
LIMI0 K 060Jiee aKTUBHOMY HAaKOTIJIEHUIO ChIPOii MacChl
mobera. JlocToBepHas pa3HHWIIA 3HAYECHUI CBHIPOM
MacChl BBISIBJIEHA MEXIy pPAacTeHUSIMU BapHaHTOB
SB-SB u SB-FS.

KopHeBasi cucTtema OblIa JTy4dllle pa3BUTa y pacTe-
Huii BapuantoB RGB-RGB, SB-RGB u RGB-SB
(puc. 36). HaumeHblme 3HaYeHUsI ChIPOii MacChl KOp-
Hell oTMeueHbl y pacteHuii BapuaHTa FS-SB, aToT 1mo-
KaszareJib ObUI B 2 pa3a MeHbIIIe, YEM Y KOHTPOJIbHOM
rpyrrsl WW. JlocToBepHBIE pa3Iaus 110 3HAYCHUSIM
ChIPOM MacChl KOPHEW BBISIBJIEHBI Y pPacTeHUN
SB-SB u SB-RGB, RGB-RGB u RGB-SB, SB-SB
n RGB-RGB map BapnanTos.

MaxkcuManbHOE 3HaUeHNE CyXOi 3eJIEHON MacCHI
orMmeueHo 1 SB-FS (puc. 3). JlocToBepHOe yBeIu-
YeHUe MPOLIEHTA CyXOro BellleCTBa MOOera BbISIBJIEHO
y pactenuii SB-FS u RGB-FS. IIpoueHT cyxoro Be-
1IIeCTBa KOPHEU ObLI JOCTOBEPHO BbIIIIE Y pacTeHUt
BapuanToB SB-SB, FS-SB u FS-RGB. Makcumaib-
HbI€ 3HAYEHMsI OTHOIICHMS CHIPOil MacChl KOPHS K
o0l11Ieit Macce pacTeHUsI OTMEUYEHbBI Y pACTEHU U3 Ba-
puantoB SB-RGB, RGB-RGB u WW (puc. 3). Mu-
HUMaJbHbIe 3HAaY€HUS TAHHOIO OTHOIIEHMS ObLIU
MOTYy4Y€HBI 11 pacCTeHUI, MepeHeCeHHbIX B O0KC SB
n3 6okcoB RGB u FS.

AHam3 Me30CTpYKTYpbl JiucTa. B Ta6:1. 2 u Ha puc. 4
MIPUBEIEHBl XapaKTePUCTUKA ME30CTPYKTYPhI JI-
CThEB PACTEHUI, BBIpAILIEHHBIX MPU Pa3HbIX CHEK-
TPaJbHBIX YCIOBUSAX OCBEIEHUs, IO CPaBHEHHIO C
KoHTposeM (6okc WW). Bo Bcex BapraHTax OIlbITa B
JIMCThSIX HaOMoganu nuddepeHuanuo Me3oduiia
Ha cToJIOuaTyio U ryouaryio TkaHu (puc. 5). Ctonb-
yaTasi TKaHb IpelcTaBieHa 2—3, a ryouaras 4—5 cino-

®U3UOJIOTHS PACTEHUN Ne 2
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My KiaeTok. CoOOTHOIIeHUE MIMHBI TaJucaaHOM
KJIETKU K ee IIMpuHEe n3MeHsieTcsa oT 1.5 mo 2.2. s
pacteHnii Bapmanta SB-RGB otinmuntenbHOIf oco-
OCHHOCThIO Me30odWiIa JUCTA SBISIETCS HaIWYUe
BTOPOI'O CJIOSI CTOJIOYATBHIX KOHYCOBHMIHBIX KIIETOK
(puc. 5n). KpymnHsble AjnaHeBUIHBIE KJIE€TKU BCTpeda-
IOTCSI B JUCThsIX pacteHUili BapuaHTa RGB-RGB
(puc. 4a, 5B). MakcumanbHOE 3HaUYCHHE MHIEKCA I10-
BEPXHOCTM HapyXHbIX MemOpaH Kierok (MMK) B
omnbiTe y BapuaHTta SB-FS, MuHuManbHOe 3HauyeHUE
MHIEKCA MOBEPXHOCTH HAPYKHBIX MEMOpPaH XJI0pOILIa-
croB (MMX) HaGmonaeTcs B KoHTpojie WW (1aom. 2).

Conepxanue Ack. Pesynbratel BOJXKX anHanmza
MoKasaJju, YTO Mo pa3HbIMU CIIEKTPaMU OCBEIIIEHUS
HakoruieHrne Ack BapbrpoBaiio ot 0.88 mr/r (RGB-FS)
no 2.14 mr/r (FS-RGB) u B cpenHeM cocCTaBUIIO
1.37 = 0.12 mr/t (puc. 6a). JJocToBepHOE yBean4de-
HUe coaepkaHus ACK HaOIIOoaan B pacTeHUSX TTO],
FS-RGB, B cpaBHeHuU ¢ KoHTpojeMm (WW) u npyru-
MU BapyaHTaMH OCBEIIEHUsI, 32 UCKIoUeHueM SB,
RGB-SB u FS-SB. B rpymrie pacrennii SB Han601b-
1Iee conepkaHue AcK ObLIO B paCTEHUSIX, BbIpallleH-
HbIX 0€3 CMeHbI CIleKTpa ocBellleHUs. [locToBepHO
MeHbIIe oHO ObLT0 B pacTeHusIXx SB-RGB. B rpymie
pactenuit RGB Habmonanmm yBemyeHne HaKOIUIEHUS
Ack B pacreHusix Bapuanta RGB-SB u cHikeHue ero
HakorieHus B pacteHussXx BappanTta RGB-FS. B rpyn-
ne u3 6okca FS noctoBepHO 6osblle ACK HaKaIlu-
Banu pacteHuss FS-RGB B cpaBHenuu ¢ FS-FS. B
11eJI0M, HaOJ01aeTcsd TeHAEHIUS K CHUXXEHUIO CO-
JIepxXaHust ACK B paCTEHUSIX pa3HbIX UCXOAHbBIX OOK-
COB, mepecTaBlieHHbIX B FS Gokc, Mo cpaBHEHUIO C
ncxogHeiMu 0okcamu SB 1 RGB. B To Bpems kak B
pacteHusix u3 6okca FS, nepectaBieHHBIX B Ipyrue
OOKChI, colepKaHWe acKOpOMHOBOII KMCJIOTHI yBe-
JINYNUBAJIOC.
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Puc. 4. [IlnarpammMa pazMaxa rmapaMmeTpoB ME30CTPYKTYPhI (DOTOCMHTETUYECKOTO armapara jucta Eruca sativa copT “JlukoBu-
Ha” B 3aBUCMMOCTH OT Pa3HOTIO CIEKTPAJIBLHOTO COCTaBa CBETOAMOMIHBIX CBETMJILHMKOB. a) U3MEHeHUe o0beMa MaJnucaaHoi
KJIETKM; 6) UBMEHEHUE TUIOIIAAY MOBEPXHOCTH MaJMCAAHOMN KIIETKU; B) UBMEHEHUE YK CIIa MAIMCAIHBIX KJIETOK B om? JINCTA;
T) UI3BMEHEHNE 00beMa Ty0UaToi KIIETKU; 1) U3MEHEHUE TUIOIIAIN IIOBEPXHOCTHU Ty0UYaTOl KIJIETKH; €) U3MEHEHME Jncia ryoya-
TBIX KJIETOK B CM~ JIMCTA; XX) M3MEHEHKE 00beMa TIJIaCTUT; 3) U3MEHEHHUE TTOIIAIN ITOBEPXHOCTH IUIACTHU; M) U3BMEHEHHE YHC-

J1a KJIETOK Me30(uiIia B CM“ JINCTA.
yeHue  1.96 X craHgapTHas oninoKa.

Conepxanue MmakpoajeMenToB. ConepkaHue MaK-
PO3JIEMEHTOB B PACTEHMSIX Pa3HbIX BApUAHTOB OCBE-
IIEHUS BapbUpoBao (puc. 60), COCTaBIISISI B CpeAHEM
IJIsl BceX pacTeHuii akcrepuMenTa 1.37 & 0.09% s
K, 1.88 £0.09% mna Ca, 0.16 = 0.00% mia P. Makcu-
MaJibHBIC 3HAUYEeHMS coaepkaHus K oTMedeHnbI y pac-
teHuit BapuaHta RGB-RGB. Ilpu nnepectaHoBKe pac-
TeHUI B pyrue OoKchl coaepxaHue K yMeHbIIanoch.
JlocToBepHO OOJIBIIIECE, YEM B KOHTPOJIE (PacTeHMS Ba-
puanta WW), conepxanne K ormedeHo B SB-SB, n
OHO TaKXKe CHMKaJIoCh NMpH cCMeHe Ookca. MuHM-

— cpenHee 3HaueHue; [1 — cpeaHee 3HaueHUe + cTaHaapTHas olKnbKa; I — cpenHee 3Ha-

MaJibHble 3HadyeHus HakoruieHusi K HaOmopmamm y
pacTeHuii, epeHeceHHBIX B FS m3 apyrux GOKcoB.
Cpenu o6pa3loB, BeIpallleHHbIX B rpyrie FS, 3Hauun-
TeapHO Bo3pocio cogepkanue K B FS-RGB. Conep-
xkanue Ca ObLIO MIPUMEPHO OAMHAKOBO Y paCTCHUIA
OoJbIIMHCTBA 00KCcOoB. CHMXKEHME HAOJII0IAIN Y pac-
tenuit SB-RGB, SB-FS, RGB-FS u FS-SB. Makcu-
MaJIbHOEe HaKOIUICHUE P BBISIBJIEHO Y pacTeHMI Bapu-
aHta FS-RGB, a MuHuManbHoOe 3HaUeHHUE OTMEUEHO
y pactenmit Baprmanta RGB-FS.

®U3NOJOTUI PACTEHUM  Ttom 68 Ne2 2021
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Puc. 5. CxeMbI CTpOSHUSI MSITKUX TKaHel Me3odulia tucta pacteHuii Eruca sativa copt “JAMKoBUHA” , Ky IbTUBUPOBAHHBIX MO
pa3HbIM CIEKTPAJIbHBIM CBETOAMONHBIM ocBellleHueM. a) WW; 6) SB-SB; B) RGB-RGB; r) FS-FS; n) SB-RGB; e) SB-FS;
%) RGB-SB; 3) RGB-FS; n) FS-SB; k) FS-RGB. Macmira6: 100 Mmxm.

OBCYXIEHMNE

MopdomeTrpuyeckue napamerpol. MOXHO OTMe-
TUTh, 4TO 3a 14 gHei pacTeHns 6okca SB neMoHCcTpH-
poBa 00Jiee BEICOKYIO CKOPOCTh Pa3BUTHSI IO CPaB-
HEHUIO C PACTEHUSIMU TPEX IPYTUX OOKCOB, BKITIOYAsI
KOHTpoab (WW). MOXXHO 3aKJIIOUYUTh, YTO YK€ Uyepe3
2 HEIEIN IIPOSIBIISIIOTCS 0COOCHHOCTH Pa3BUTHSI pac-
TEHUI MPU BO3AECHCTBMU CBETA PA3HOIO CIIEKTPaJb-
HOT'O COCTaBa.

AHanIN3 pe3y/IbTaToB, MOJTYyY4eHHBIX MOoce 6 Helelb
pocTa pacTeHuid, BbISIBUJI, YTO PACTEHUSI, BbIpallleHHbIE
NpU pa3HbIX BapuMaHTax OCBEIEHUS, OTIUYAIUCH IO
3HAYEHUSIM MOP(hOMETPUUECKHX MapaMeTpOB. YBEIN-
yeHHe A0 KPacHOro cBeTa Ha 16 1 29% npu nepecra-
HoBke B 6okcbl RGB 1 FS, coorBeTcTBEeHHO, CITOCO0-
CTBOBAJIO HAKOIUIEHUIO ChIpOi1 Macchl mobdera. HaGmo-
JaeMasi TEHJEHIIMS COTJIacyeTcsl C OIyOJIMKOBAaHHBIMU
paHee JaHHBIMU TTO pacTeHusM canara (Lactuca sativa)
“Waldmann’s Green”, BbIpalllcHHBIMU C UCIIOJIb30Ba-
HUEM YeTbIpeX BUIOB OCBEIIEHUS Pa3InUyHOIO CIIeK-
Tpa (KpacHo-cuHuii, RB; xomogHb1i1 Oenblit (iyo-
pecueHTHbIt, CWF; KpacHo-cuHe-3eeHbli, RGB;
3eqieHbIil hiayopecuenTHbl, GF) [22]. Beuto moka-
3aHO, YTO MaKCUMaJIbHas ChIpas U cyxas Macca Mojy-
yeHa y pacteHuit Bapuanta RGB, 3HaueHust Mmacchl pac-
teHuit CWF u RB 0im3ku [22]. AHAJIOTMYHEBIE pe3yJib-
TaThl MOJYYEeHbl MpPU BblpalllMBaHUM L. sativa copta
“Capitata” ¢ MpUMEHEHUEM YETHIPEX CIIEKTPOB: OEJI0r0o
CII (RBW), dnyopecuenTtHoro 6enoro (FL), kpacHoro
M KpacHO-cuHero. MakcumasbHble 3HAYE€HUSI CBeE-
JKei M cyxoif Macchl oTMeueHbl y pacteHuit RBW u
FL [23].

B Haimem skcriepuMeHTe 3HAYeHUsI MoKasaTesist
CYyXOli MacChl y pacTeHUI HE OTJIMYAJIMCh B 3aBUCH-
MOCTU OT YCJIOBMM OCBELIEHUS, 3a UCKIIOYEHUEM
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SB-FS, y koToporo 3HaueHMe CyX0Oi 3eJIeHOM MacChI
MakCHMaJbHO. BeposTHO, CHIKEHHUE JOJIM 3€JIEHOTO
cBeTa B criekrpe Ha 30% criocoGCTBOBAJIO yBeauye-
HHUIO HAKOIUICHMUSI CyXOro BelllecTBa B Iobere, Kak
9TO TI0Ka3aHo paHee 1 L. sativa [24], I CHIKEHUIO
HakoIuieHusT Boabl. [I0ocKOIbKY MakKCMMaabHOE 3HA-
YeHMe IIPOLIEHTa CyXOI'o BellleCTBA KOPHE OTMEUEHO
y pactenuii BapuantoB SB-SB, FS-SB u FS-RGB,
MOXHO TIPEANOJIOKUTh, YTO YBEIMICHHUE JOIM 3€JICHO-
ro ceta Ha 30% (w1t FS-SB) 1 8% (st FS-RGB), co-
xpanenue 41% nns SB-SB B criekTpe Ipu cMeHe Ba-
puaHTa OCBEIIeHUsT TIPUBEJIO K Oojiee aKTUBHOMY
HaKOIJICHUIO CYXOTo BellleCTBa B KOPHSAX. MOXHO
clieJaTh BBIBOA O Pa3HOHAIPABICHHOCTU BIIMSTHUS
3eJICHOTO CIIEKTpa Ha pa3BUTHE HAA3€MHOI M ITOI-
36MHOM YaCTEU paCTECHUM.

AHan3upys Ioxy4YeHHbIe MaKCUMaJIbHbBIE 3HaYe-
HUSI OTHOIIIEHMSI CHIPOiT MacChl KOPHS K OOIIIei Macce
pacTeHusI, OTMEUYEHHbIE y pacTeHUil M3 4 BapUaHTOB
(SB-RGB, RGB-RGB, RGB-FS u WW), 1 MuHuMab-
HbIC 3HAYCHU I JAaHHOI'O OTHOILLICHWS IJI51 paCTCHMﬁ, Ie-
peHeceHHBIX B 0okc SB u3 6okcoB RGB u FS, moxHo
OTMETHUTh, UTO UCIOIb30BaHME OCBelecHUS O0oKkca SB
Ha BTOPOM 3Tarle KyJbTUBUPOBAHUS BeleT K IOAaB-
JICHUIO Pa3BUTUSI KOPHEBOII CHCTEMBI. DTO MOXKET
OBITh CBSI3aHO C M3MEHEHMEM COOTHOIICHMS 3HEp-
TWii BHYTpU JMAaNa30HOB 3€JIeHbIi-KpPaCHBbI y CBe-
TUJILHUKA SB B CTOpOHY YBEJIMUEHUS JOJIN 3€JIEHOTO.
Tak, 310 cootHoeHue y SB ~1.2 (41% : 33%), B 1O
BpeMs Kak y cBeTiibHUKOB RGB u FS oHo cocTaB-
nser 0.38 (19% : 49%) u ~ 0.18 (11% : 62%), coorBeT-
CTBeHHO. B TO e BpeMs1 oI5 CUHETO CBeTa B CIIEKTPE
CBETWJILHMKOB IIPUMEPHO OaHAKoBas1. PaHee ripu ric-
cnegoBanun L. sativa copta “Waldmann’s Green”
OBLIO II0KA3aHO, YTO YBEJIMYEHHUE HOJIU 3EeJICHOTO
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ConepxaHue acKOpOMHOBOI
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Puc. 6. ConepxxaHue ackopOMHOBOI KUCIOTHI U MakpoasieMeHTOB K, Ca u P B nuctbsax Eruca sativa copt “JlukoBuna”, P <
<0.05. a) ackop6rHOBast KUCJIOTa; 6) MaKpo3JIeMeHTHI. * — mocToBepHOCTD P < (.05 110 OTHOIIIEHUIO K KOHTPOJTIO; ** — mocTo-

BepHOCTh P < (.01 110 OTHOLLIEHUIO K KOHTPOJIIO.

CBETa B CIIEKTpPE TIPUBEJIO K CHUKEHUIO HAKOTUICHUS
CBeXXel M cyxoif Macchl pacTeHui [22].

AHaJM3 Me30CTPYKTYpbI JucTa. B pacteHusx Bapu-
anToB ocBenteHusa SB-FS u RGB-FS nanmucannaga ma-
peHXMMa yBEIMYMBAETCS 10 TPeX CJI0EB, TAKXKE MHO-
roa TPETU CIOM MajluvcagHOU TKAHU TIOSIBISIETCS B
KoHTpoJibHOM Tpyrmme WW u rpynne RGB-SB
(puc. 5a, e, Xk, 3). [lanucagHbie KJIETKU TUIIWYHBIC,
OIHAKO, OHU Pa3InyaiiCh MO OTHOIICHUIO UX TN~
HBI K IIIUPUHE B 3aBUCUMOCTHU OT CIIEKTPAJIBHOTO CO-
craBa CII. O6myueHue ceetoM ¢ RGB crekrpoM Kak
nocie SB, tak u nociie FS npuBesio K yBeJIUUYECHUIO
COOTHOILIIEHUS IJIMHBI TTAJIMCATHOM KIIETKU K €€ I~
puHe 10 2.0, B TO BpeMs KaK P MMOCTOSHHOM BEIpa-
muBaHuM o RGB criekTpoM 3To cOOTHOILIIEHUE ObI-
J0 MeHnblre (1.5). Camble TONCTHIE JUCTbS pa3BUBa-

JMch y 0opas3ioB KoHTpost (WW) u Bapuanta SB-FS
(Tabi. 2, puc. 5a, €), pa3nuuus MeXIy HUMU HaXO-
IITCS B mpenesiax TmorpeirHoct. OQHaKo, JIUCThS
5THUX 00pPa3lOB OYeHb CHJIBHO Pa3JIMYaroTCs IO Kile-
TOYHOMY U TUTACTUIHOMY HAIIOJTHEHUIO (puC. 4B, €, U,
Ta6:a. 2). 1o yncity KIIeToK Ha eIUHUILY JIMCTOBOM I10-
BEepXHOCTH pacTeHus BapuanTa SB-FS mpeBbiiator Ta-
KOBBbIE B KOHTPOJIE TIPAKTUIECKH B 2 pa3a 1, KaK CJIeI-
CTBUE, 3TH PACTEHUST UMEIOT MaKCHUMAaJTbHBIE 3HAYECHUST
MMK (tab. 2, puc. 4u). I'pyrasl pactenuii SB-RGB u
SB-FS umenu gocroBepHo Gobliee (Ha 39%) yuciio
XJIOPOIUTACTOB HAa EOWHMILY IUIOIIATW JIMCTa, IO
cpaBHeHUIO ¢ kKoHTposieM (WW) (tabu. 2). Makcu-
manbHoe UMX mpu BapuanTe SB-FS dopmupyercs
Oiaromapsi HamOOJbllIeMYy TIACTUAHOMY HAaIlOJIHEe-
HUIO JINCTA, YTO COYETAETCS C HAMBBICIIMMM 3HAYe-
®U3UOJIOTUI PACTEHUN Ne 2
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anavu UMK. MMeHHo y pacTeHnit JaHHOM TPYITITHI
OBLIM NOJIydeHbl MaKCHUMajbHble 3HAYECHMS CYXOi
MacChl HaA3eMHOM 4YacTW M KOpHeEil, a TaKxXe Ipo-
LIEHT CYXOTO BellleCTBa.

[MocTossHHOE 00yyeHne RGB criekTpom crioco6-
CTBOBWIO (hOPMUPOBAHUIO KPYMHBIX IJTaHEBUIHBIX
CTOI0YATHIX KJIIeTOK (puc. 4a, 5B). Bmmusnue RGB criek-
Tpa Takxe IPOCJIeXXMBaJIOCh U Ha pa3Mepax IUIacTuil:
XJIOPOIUIACTBI YBEIUYWINCH Ha 36% 1O CpaBHEHMIO C
WW (koHTposib) (puc. 4x). TlosiBieHre MepexomHoi
TKAaHM MEXIy MaJMCcagHOM M IyO04YaToll MapeHXMMOM,
CJIOXKEHHOM M3 OKPYIJIBIX KJIETOK, HAOI01aI1 Y pac-
teHuii BapuanToB SB-SB, FS-SB (puc. 56, u). I1poek-
LIMs NaJvMcaaHbIX KJIETOK BEPXHEro CJios BapuaHTa
SB-SB npnoopertana popmy repeBepHYTBIX Tpareii
(puc. 50), a XJIOpOILIACThl NAJTMCATHBIX KJIETOK Bapy-
anTa FS-SB umenu mapacrpodHoe pacrnonoxkeHue.

M3BecTHas auteparypa o BimssHuu CJI ucTouHu-
KOB Ha Me30CTpYKTypy PA nurcra CBUAETEILCTBYET O
TOM, 4TO 3TO BO3IECICTBUE BUIO- U COPTOCHEIU(DUIHO.
CriexTp cBeTa He BIUSII Ha ME30CTPYKTYPY JIUCThEB Ka-
nycTel Brassica chinensis L. [25], a y MUKpopacTeHit
KapTodest TOJNIIMHA JUCTheB, MaJIUCAAHONK U ryboya-
Toit mapeHxuMel 1o RGB cBeToM 3HAaUNTEILHO yBe-
JIMYWIACh, B CPaBHECHUM C KOHTPOJBHBIM OEIbIM
(moMmuHecleHTHbIM), RB 1 R (kpacHbIM) crniekTpa-
MU, YTO CKa3bIBAJIOCh Ha CHIPOM U CyXOil Macce pac-
TeHwuii [26].

M3MeHeHus, HaOmogaeMble B CTPYKType JIMCTa
pacTeHMi Tpu TiepeHoce B SB, CBUIETEILCTBYIOT O
TOM, uTO Wi E. sativa yciIoBUsI OcBellleHUsI Ookca SB
HE COOTBETCTBYIOT ONTUMYMY U, KaK CJIEICTBUE, 3TO
OTpaxkaeTcs Ha IJIOXOM Pa3BUTUM KOPHEBOM cUCTe-
MbI (puc. 30). MunuManbHoe 3HaueHue UMK oOHa-
pyxeHo B BapuanTte RGB-SB, n1s1 Hero xapakTepHbl
camMble HU3KUE B OTBITE 3HAYEHUS TOJILIUHBI JIUCTA,
pa3MepoB KJIETOK U riacTui, a Takxke KOX oobema u
IS TTAJIMCaIHOM U Ty04aToii TKAHU, COOTBETCTBEHHO
(Tabi. 2).

IManucagHbIe KJIETKY HOJIbIIE PACTYT B AJIUHY IIPU
obpadoTke RGB cniektpom nociie SB u FS, npuyem
Yy IOCJEOHEr0 BapuaHTa MIpU 3TOM YBEJIMYMBACTCS
cuHTe3 Ack 1 HakoruieHue Ca u P. Pacrenust KoH-
TpoJibHOM Tpyrnnbl WW MMEIOT caMble TOJICThIE JIH-
CTbsI, HO CTPYKTypa MX copMuUpoBaHa KPYIIHLIMU
KJIETKaMHU, B TO BpeMsI Kak Juctbsd SB-FS BapmanTa
IUIOTHO yMNaKoOBaHbI 0ojiee MEIKUMM KIEeTKaMu C
OOJIBLIIMM YMCJIOM CJIOEB 3TUX KJIETOK (pucC. Sa, e).
IMono6Hasa crpykrypa nucta (SB-FS) ¢ makcumanb-
HBIMU B OMbITE 3HAYCHUSIMU MHTETPAJIbHBIX UHACKCOB
MMK u UMX no3BojsieT pacTeHUSIM MMETh IIOTEH-
UaJbHO OoJiee BEICOKMI YpOBeHBb (poTocuHTe3a [27],
10 CPAaBHEHUIO C IPYTMMU BapuMaHTaMU. DTU CTPYK-
TYpHEIE IIEPECTPOMKU CIIOCOOCTBOBAJIM Pa3BUTHUIO
pacTeHUIl ¢ MAKCMMaJbHBIMU 3HAYCHUSIMU 3€JICHOMN
MAaccChl, CyXOil MacChl HAA3€MHOI 4YacTU U KOPHEW, a
TaK:Ke IIPOLIEHTa Cyxoro BemecTsa (puc. 3). Cpenu 1mo-
CTOSTHHBIX BapHaHTOB OCBEIIEHUS HanuOoJee BHICO-
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KH1it POTOCMHTETUYECKM I MoTeHIal y BapruaHTa FS,
3aHMMAaIOIIETO BTOPYIO MO3ULIMIO IO MEMOPaHHBIM MH-
JIeKcaM, OTHAKO IO MOP(OMETPUISCKUM ITOKA3aTEIISIM
pacteanst FS-FS mmeror cpeqHme 3HaYyeHUS B OITBITE.
HMHTepecHO OTMETUTbH, YTO COOTHOIICHHME DHEPIrUil B
JIaIa30He CUHUIA-3eJICHBI-KPACHBIM Y CBETWJILHUKA
SB paBHO 26% : 41% : 33%,y FS — 27% : 11% : 62%.
T.e. yBenmmueHUe JOJU KPACHOTO CBETA TPU CHIKE-
HUU JOJIM 3€JICHOrO B CiIydae ¢ pacTeHussMu E. sativa
MPUBEJIO K YBEJIUUYEHUIO BHYTPEHHEN aCCUMUJIISIIIN-
OHHOI1 TTOBEPXHOCTHU JTUCTheB. [1oMy4yeHHbIE TaHHBIS
10 ME30CTPYKTYpE JIMCTA COTJIACYIOTCS C HaHHBIMU
no mMopdomerpuu, E. sativa neMOHCTpuUpyeT Iijia-
CTUYHOCTb K WU3MEHSIIOIIMMCSI YCJIOBUSIM OCBEIle-
HUSI, CBOMCTBEHHYIO OOJILIIMHCTBY BUIIOB C IOP30-
BEHTPAIbLHBLIM TUITOM CTPOEHUS Me30(uia.

Conepxxande acKOpOMHOBOIl KuCJIOTbI. JlaHHEIE
i copra “IMKoBMHA” MO copepKaHUIO ACK OBLIN
HIKe, YeM IToKa3aHo Wit copTa “Poker” — 2.67 r/Kr
chIpoii MaccHl [12]. BrisiBiieHHass TEHOACHIIMS IO CHU-
XKeHUIoO copepxkaHust AckK B pacteHusx SB-FS u
RGB-FS u yBenuueHuro conepkaHust ACK B paCTeHUSIX
n3 6okca FS, nepecraBieHHBIX B Ipyrye OOKChI, MOXKET
OBbITh CBSI3aHA C U3MEHEHNEM B CBETWJIbHMKAX AOJei
KPacHOTO CBeTa B CIEKTpe Npu IepectaHoBke. Ilo-
CKOJIBKY J0JISI CMHEro cBera B CBeTWIbHUKax FS,
RGB n SB 6ym3Kka 1m0 ¢cBOMM 3HAYeHUSIM, HO IO
KPacHOTO CBETAa OTJIMYAETCS, MOXKHO TTPEANOJIOXUTD,
YTO CMHTE3 ACK CBSI3aH ¢ yMeHbIIeHneM (Ha 13% s
6okca RGB 11 29% nnst 6okca SB) Bo3neiicTBUSI Kpac-
HOT'O CIIEKTpa Ha pa3BUTUE pacTeHuit. I pyroit npu-
YUHOI yMEHbIIIEHUs WM YBEJIWUYCHUSI CUHTe3a ACK
MOXET OBbITh U3MEHEHME MPOTIOPIIMU 0Jieit KpacHO-
ro (R, 650 M) u manbHero kpacHoro crektpoB (FR,
725 HM) IpU CMEHe CBETWJILHUKOB, KaK 3TO OBLIO I10-
KazaHo paHee [13]. ABTOpBI BBISIBMJIM, YTO OTHOIIIE-
Hue R/FR onpenensiio cTerneHb HaKOMIeHUsST ACK B
Juctbsix Phaseolus vulgaris L. Perynupytoiee Biusi-
Hue otHoureHus R / FR Ha cuHTe3 Ack 3amycKanoch
Ha paHHEell CTaauy peaklMK aKKJIMMaTU3alliy Ha 13-
MEHEHUE OCBEIEHHOCTU, U MPOUCXOAUJIO paHbIle
npyrux n3meHenui [13]. Eme ogHoI pamHoOi He -
OIVMHAKOBOTO HAKOTJIEHUSI ACK B paCTEHUSIX Pa3HBIX
BapHMaHTOB MOXET ObITb COOTHOILIEHUE J10JIeil Kpac-
Horo (R, 660 HM) u cuHero cBeTa (B, 450 HM), KOTO-
poe MEHSUIOCh MMPU CMeHe ocBelleHusl. PaHee ObL1O
MOKa3aHO, YTO W3MEHEHUEe JIUTEJIbHOCTU BO3Ieii-
CTBUS KPAaCHOTO U CMHEro cBeTa BeJeT K M3MEHEHU -
sIM B HAaKOTUIEHUMU ACK B JIMCTBSIX JIUCTOBOTO cajaTa
copta “Green Oak leaf” [10].

Conepxkanue Makpo3jeMeHTOB. MOXHO HaOi0-
JaTh OOlYyI0 TeHAeH1MIo 1o HakoruieHuto K u Ca B
pacTeHusX, CXOJHYIO TPU pa3HbIX BapuaHTax OCBe-
meHus. [lepeHoc pacteHuit u3 apyrux 6okcos B FS
MPUBOAUI K CHUXEHUIO aKKyMYJSIAM MaKpoaJe-
MEHTOB B pacTeHusIX E. sativa. UHTepecHO OTMETUTD,
YTO MakcuMajibHoe HakorieHue P 1 Ca oTMeueHo 1ist
rpymmbl FS-RGB, rie BoIsIBiIeHBI MaKCUMaIbHbIE 3HA-
YEHMUSI TIPOLIEHTA CyXOTo BEIIECTBA HAA3EMHOI YacTu U
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KOpHEi, a TakkKe MaKCUMAaJIbHAsE KOHIIEHTpaus AcK.
T.e. y pacTeHuni1 fTaHHOM TPYIIIBI IEPBBIC 2 HENIEU IKC-
MepMMEHTAa COOTHOIIICHUE SHEPIUii B AUaIa30He CU-
HW-3eJIEHBIN-KpPacHBIN I cBeTWIbHUKA FS OblIO
27% : 11% : 62%. lanee no KOH1IA 9KCIIEPUMEHTA ITPU
ocBenieHu RGB criekTpoM COOTHOIIICHNE TTIOMEHSI-
nochk Ha 32% : 19%: 49%. I1pu 3TOM IOJISI KPACHOTO
cBeTa cokpaTtuiach B 1.2 pa3za, U3MEHUB COOTHOIIIE-
HUSI CUHU-KPAacHBIA U 3eJeHBbI-KpacHbIi. PaHee
9KCIEPUMEHTHI, IPOBEACHHBIE HAa PACTECHUSIX XPHU-
3aHTeM, OKa3ajau, YTO MPU U3MEHSIIONIMXCS XapaK-
TEPUCTUKAX OCBEIICHMsI HAKOIUICHUE 2JICMCHTOB B
JIACTBSIX OBIIIO CXOTHBIM [28]. MexXmy TeM mcciaemo-
BaHUE YKOPEHEHMsI YepeHKOB poMallku Symphyo-
trichum novi-belgii var. novi-belgii copta “Barbados”
BBISIBIJIO BIMSIHME CIIEKTpa CBeTa Ha YCBOSHME pac-
TEHUSIMU a30Ta, HaTpUsI, Kejle3a U MapraHiia, oIpe-
JIeNnsisi CoAep:KaHWe KayIbLidsI, HAaTpus M Kejie3a B
HaI3eMHBIX YacTsax pacteHuii [29]. Tremblay ¢ coaB-
topamu [30] otmeTii 3P PeKT MOANDUIIMPYIOLIETO
BO3ICMCTBUSI CBETa HAa YCBOCHME KaJIbIIMS.

ITpuMeHeHMEe OTUMHAMUYECKOTO OCBELICHUS ISl
KyJabTUBUpOBaHus FE. sativa coprta “JlukoBuHa”
MPUBEJIO K UBMEHEHUSIM B pa3BUTUU KOPHEBOM CU-
CTEMBbI, HAKOIIJIECHUU CYXOTO BEIIIECTBA B PACTCHUSIX U
coliepXXKaHUU MaKpOd3JIEeMEHTOB, CTPYKTYpHO-(hYHK-
IIUOHAJIbHBIX XapaKTEPUCTUK ACCUMUJIISLIMOHHOTO
armapara JucTa. Y pacCTeHM BapuaHTa OCBEIIEHUS
FS-RGB ormeueHbsl MakCMMaIbHbBIE ITOKA3aTEIN Ha-
KOIUICHUSI CBIpOI Haa3eMHOI Macchl, ACK M colep-
xaHus Ca u P. CpenHue 3Ha4eHUsT ME30CTPYKTYPHBIX
nmapaMeTpoOB OKa3bIBAIOT MOJOXUTENbHbIN 3ddeKT
Ha HaKOIUIEHUE ChIPOM Macchl Todera.

Pa6ota BeITTOTHEHA TTpY (PMHAHCOBOM ITOIEPIKKE
MuHuCTepCcTBAa HAYKX U BhICIIEro oopazoBaHust Poc-
cuiickoii Menepanuu (Cornamenue ot 02.12.2019 r.
Ne 05.604.21.0229, YHUKalbHBIT HMISCHTU(PUKATOP
npoekta — RFMEF160419X0229).

ABTOpBI 3agBIIIOT 00 OTCYTCTBUM KOH(PIMKTA
nHTepecoB. HacTosas ctaTbsl HE COOEPXUT KaKUX-
GO UCCIIETOBAHUI C yIaCTUEM JTIOJEH U SKUBOTHBIX
B Ka4eCTBE OOBEKTOB UCCIICAOBAHUIA.
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OO6cy>xnaoTCcs IMTepaTypHbIe JaHHbIE O KAYECTBEHHOM COCTaBe KJIACCOB TMOJISIPHBIX JIUTTUIOB, COCTABISIIOLINX
MeMOpaHbI PACTUTENIBHBIX KJIEeTOK. [TpuBeneH 1eblii psia KiraccoB hocdo-, KO- U APYTUX JTUITAAOB, a TAKKE
ruapodOOHBIX COCNMHEHUI, HEe COIepKaIllMX allWJIbHBIX rpynin. PaccMaTrpuBaeTcsl XUPHOKUCIOTHbIM
COCTaB TMOJISIPHBIX JIMITUIIOB, COCTAaB aMUHOCITUPTOB, BXOASIINX B TIIMKOCHUHTOIUITUABI, U OKCUKHUCIIOT,
KOTOPBIMU GoraThl 1iepedpo3uabl. OTMeUeHa ONpeaesisiiolasi poJib HAChIILIEHHBIX XKMPHBIX KUCJIOT B CO3/1a-
HUU TaKoTo (hU3UUECKOTO COCTOSTHUS MeMOpaH, KOTOPOE SIBJISIETCS ONTUMAIbHBIM TSI HOPMaJIbHOTO MX
GYHKIMOHUPOBaHMS. AKIIEHTUPOBAaHA HEOOXOIUMOCTb M BO3MOXHOCTD ITOCTPOCHMST TPEXMEPHBIX MOJIeIei
6uomMeM6paH. [IpemToxkeH JJOrMIecKUil TTOIXO, MOCBSIICHHBIN HAMITydIIIeMy TTOHUMAaHUIO POJI KaYeCTBEH-
HOTO MHOTr000pa3usi CoCTaBa JIUIUAOB B yCTPOMCTBe 6MoMeMOpaH. [1puBeaeHb MaTepuaibl, CBUIETEIbCTBY-
IOIIME O BOBMOXKHOCTH XUMUIECKOM 1 OMOJIOTMYeCKOi TpaHChOpMalIK JTUTIHIOB B pacTeHUsIX. PaccMoTpe-
HbI HEKOTOPbIE€ BOIIPOCHI CTPYKTYPHI MEMOpPaH, B TOM YMCJIe MUKPOJAOMEHBI, peMOIeJIMPOBaHUE OUCIIOS 1
BE3UKYJISIPHBIN TpaduK.

KimoueBble ci10Ba: KJIeTOUHBbIE MeMOpaHbl, GOCHONUNUABI, TIIMKOJUIUIBI, CYyIbOOIUNUABI, COUHTOIUIIM -

JIbI, AMUHOCTTIPTBI, OKCUKHUCIIOTHI
DOI: 10.31857/5001533032101022X

BBEAEHWE

HeoOxonMMbIMU KOMIOHEHTAMU KJIETOYHBIX MEM-
opan sgpisitorcs nonsipHble Jmruasl (ITJT). T cyme-
CTBYIOT B OBOJITHEHHBIX KJIETKAX B BUIIE OOLLIMPHBIX OU-
MOJICKYJISIPHBIX CJI0€B, UMEIIIUX TUAPOGUILHYIO
BHEIITHIOIO TTOBEPXHOCTh U rUApo¢GOOHOE BHYTpEHHEE
MPOCTPAHCTBO. BMecTe ¢ MpOHM3bIBAIOIIMMU OUC-
JIOIi 6eJIKOBBIMU MOJIEKYIaMU (MHTETrpaJIbHbIMU O€JT-
KaMHW) OHU OOpasyloT OCHOBY XXWUIKOW MO3aUYHOM
CTPYKTYPbl OMOJIOTUYECKUX MEMOPAH U OMPEACIsIOT
nx dynkumio [1, 2]. OToeabHbIe 00JacCTU MeMOpaH

Cokpamenusi: ['J1 u ®JI — muko- u dochomununs; TOU —
rmuko3ungochatuauanHo3ut; A, MAT u TAI' — ou-, mo-
HO- Y TPUALWIIIMIEPUHBI (IU-, MOHO- W TPWIJIMIICPUIBI);
ATCAT u MITAI' — nu- 1 MOHOTaJaKTO3MIAUALIUITIULIEPUHDI;
ADPT — mudocharmmurnuiepuHbl (Kapauonunuabl); KK u
KKOJLI — xxupHbie Kucyiotsl U 2KK ¢ 0ueHb JUIMHHOM LIETIBIO;
N®d; — wnnosur-1,4,5-tpucochar; UPL — nuHosurdocdo-
punuepamunsl; [II'T — nonsipHast ronoBHast rpymnia; ITJ1 — mo-
ssipablie yuruabl; CXAT — cynbhOXMHOBOZWIIMALIVIITIINLIE -
putbl; O u O — docharnania-(IMLEPUHBI 1 UHO3UThI);
OTI'JT n K — durormukomunuasl U dochaTuaHbie KUCTOTH;
DOC, X u OO — dpocharuania-(CepuHbl, XOAUHBI 1 3TAHOJ-
amuHbl); OI'C — aTtepuduLIMpoOBaHHbIE [NIMKO3UAbl CTEPUHOB;
OP — sHAomIazMaTndecKuii petukyiayMm; N-ADD — N-awwi-
dochaTnanIdTaHOIaAMUHBI.

00pa3yloT MUKPOJOMEHbBI, BKIIOUAlOIIMEe crieudu-
yeckue 6enku [3].

M3BecTHO, 4TO OMOIOTUYECKIE MEMOPAHbI SIBIISTIOT-
Csl JJaTepajibHO HEOTHOPOAHBIMM U BKJTIOYAIOT OTAC/IbI
(CyOKOMITapTMEHTBHI), pa3IMyarolIrecs o CBOMM 01o-
¢u3nIecKM CBOiicTBaM 1 cocTaBy. B mocienHue ro-
JIbl MHOXECTBO pabOT MOCBSILEHO pa3rajake OCHOBBI
3TOl reTeporeHHocTU. i1t (popMannzanm GU3nKo-
XMMHWYECKOTO IIPUHIINIIA, IIOATBEPKIAIOIIETO TaKYIO
JIaTepaJibHYI0 MEMOpPaHHYIO HEOTHOPOIHOCTh, ObIIa
MpeajioKeHa TUmore3a MeMOpaHHOro (MUIA JIMIIWJI-
Horo) 1wiota (“raft”). DTa rumore3a OCHOBaHA Ha
¢hakTe BO3ZHUKHOBEHMSI B OIIPENEICHHBIX ydyacTKax
JIMIUIHOTO OUCIIOST IIPEMMYIIEeCTBEHHBIX accolua-
muit mexny okpyxatomumu I[1J1 m xonectepmHOM,
COUHTOTTTUKOIUIINIAMI, TIIMKO3MI(PochHaTUIAINH-
o3ut (I'PN)-cBsI3aHHBIMY OeJIKaMU, UHTErpajIbHBIMU
Oenkamu, mpoTeoaunuaamu, conepxamMu Ciy 6
XkupHbie KucioThl (2KK) nin HeKOTopbIMU KjlacCaMu
JIMTTUAOB, COAEPKAIIMMU TTOBBILIEHHYO JOII0 HACHI-
meHHbIx KK. D1t yyactku, obpasylonine 4eTKue,
3HAYUTEIILHO 00JIee YIIOPSIOYSHHBIE JOMEHBI, 00pa-
30BaHME KOTOPBIX OOYCIIOBJIEHO JTUTTMI-JIUITUAHBIMU 1
JIMITUA-0SIKOBBIMI B3aMMOACHCTBUSIMM, OBLIO IIpemd-
JIO>K€HO Ha3bIBaTh MEMOpPaHHBIMU IJIOTAMU. DTH IO~
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TeI UMeIOT pa3mep 10—200 HM 1 9epenyroTcs ¢ MeHee
OpraHM30BaHHBIMU M 0oJjiee TEKy4MMM ydacTKaMu
oucnos [4].

MoxHo mpenrojiaraTb, 4TO WHIWBUAYaJIbHbIS
I1J1, crepuHBl, MHTETPaJIbHBIE W IIepUdepudecKue
OEJIKM U HEKOTOPBIE APYTUE COEAMHEHUSI CONEPXKAT-
cs1 B OuoMeMOpaHax B OIpeaeIeHHBIX MOJISIPHBIX CO-
otHomeHUX. [ToaTomMy oguH M3 BO3MOXHBIX ITyTei
KCCJIEOBAaHUS CTPYKTYPHI 3TUX 0Opa30BaHUI MOXKET
COCTOSITh B YCTAaHOBJICHMU TaKOTO COOTHOILLIEHMUS, T.
€. B JOCTOBEPHOM 1 TOYHOM OIIpeIeICHUN MOJISIPHO-
ro coaepxaHus Kaxngoro kiacca I1JI u Bcex apyrux
KOMITIOHEHTOB KaKOM-JI1M00 WHAUBUAYATbHOU MEM-
OpaHbI U IIOCTPOCHMM Ha OCHOBE ITOJIyYeHHBIX JaH-
HBIX €€ TeopeTUIecKoil moaeaun. HecmoTps Ha oue-
BUIHBIN MTporpecc B 0Mo¢pu3nKe MOJIEIbHBIX CUCTEM,
KOTOpast UCITOIb3YETCS IJISI U3YIeHUST OMOIOTMIeCKIX
MeMOpaH, B HACTOSIIIEe BpeMsi BO3HUKAIOT 3HAUUTEIb-
HbIE MTPOOJIEMBbI, CBSI3aHHBIC C HEXBATKOM JaHHBIX, Ka-
CaOIIMXCS TTOJTHOTO aHAJI3a COCTaBa JIUIUIOB B KaK-
JIOM OTIOEbHOI OpraHejie Ui KOHKPETHOM y4acTKe
JIBYCJIOMTHOM MeMOpaHbl. BeIoJIHEHNE 3TOro aHaIu -
3a MHOTA 3aTPYOHEHO U3-32 3HAYUTEIIbHON CITOXKHO-
CTH KauyeCTBEHHOI'O COCTaBa JUITMIOB B KJIETKaX pac-
TeHui [5].

Takum o6pazoM, IJIsT TOHUMaHUSI CTPOSHUST MEM -
OpaH HEOOXOIMMO IMpEeXIe BCEero pacrojiaraTh I0-
CTOBEPHBIMM CBEICHUSIMU O KQUYECTBEHHOM COCTaBe
Bcex kiaccoB I1JI B uzyuaeMoM o0OBeKTe U, Aajiee, O
X MOJISIDHOM coaepXaHuu. B nMmerommxcs o63opax
Ha yKa3aHHYIO TeMy KpyT o0cyxXnaeMbIx Kiaaccon I1J1
MeMOpaH 4acTo orpaHUYeH 1, KpoMe TOTO, OHU UHO-
I71a BKJIIOYAEeT 3aIlacHbIE JIMIUAbI, He CBOMCTBEHHEIS
MeMmOpaHaM, win [1J1 sKknBOTHOTO PONCXOXICHUS 1
MUKpoopraHnu3moB [6—10]. MHorna nMerommiicst o6-
30D IIOCBSIIIIEH JIMIITh HEKOTOPOI Y4aCTU MHOTOO0Opa3-
HOTO MHpa BBICIIMX pacTeHuid m Bomopocieit [11]
WUJIM, Ha000POT, OXBAThHIBACT BECh OTPOMHBIN pa3aen
oOMeHa JIMITUIO0B B pacTeHusx [12].

IMossipHble TUMUIBI — 3TO pa3UYHbIE TTPOU3BOI-
Hele 2KK, nHaYe Ha3bIBacMbIC allJICONEPKALIIMMM JI-
nyaaMu. DTU COeIMHEHMSI TIPEICTABISIOT CO00i aMpu-
(UIbHBIE MOJIEKYJIbI, COCTOSIIIIME W3 TUAPOMUILHOM
(YHKIIMOHATBHOMN IPYMIThl (MHOTIA 3apsSKEHHOM) U
riapo¢GOOHBIX JXKUPHOKUCIOTHBIX XBOCTOB. OTO CBOI-
CTBO MO3BOJISIET UM OOPa30BEIBATh CABOCHHEIC CJIOU,
B KOTOPBIX HampaBJIeHHbIC IPYT K IPYTy YIJIEBOAOPOI-
HBIE XBOCTHI KOHTAKTHPYIOT MeXIy coboii Oiarogapsi
ruapodOOHBIM B3aUMOACUCTBUSIM, a TUAPOMUILHEIC
TOJIOBKHU HAIIpaBJIEHBI B pa3HbIe CTOPOHEI U o0Opailie-
HbI K BomgHo# ¢aze. Tak ¢dopMupyeTcss oCHOBHasl
CTPYKTypa O1oJiornueckoii MeMOpaHbi [2, 13].

CrenyeT NOSICHUTD, UTO B Hallleii paboTe TepMUH
“IoJsipHbIE JIMOUIBI” OXBAThIBAET BCE IMPUPOIHBIE
BEIIEeCTBAa, KOTOphIE coaepkaT ocTaTky BeicImx KK,
COEIMHEHHbBIC CIIOXKHO3(MUPHBIMU WJIM AMUIHBIMU
CBSI3SIMU C TIOJIIPHBIMM paguKalaMU MOJIEKYJIBI, U
ycrynaioT TpuamirauiepudaM (TAT) mo BeauyuHe
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MOABVZKHOCTA NpPH aACOPOIMOHHONM XpoMaTorpa-
¢uu, T.e. MPEeBHILIAIOT MO0 BEJIWYMHE MOJSIPHOCTU
TAT. Ctonb lIMpOKOE MMPUMEHEHUE TaHHOTO TEPMHU-
Ha SIBJISIETCS HEOOBIYHBIM, ITOCKOJIBKY Yallle BCETO
€ro MCHOJIb3YIOT TOJBKO JJIs1 0003HAYEHMSI COBOKYII-
Hoctu ¢docdo- u rukoaununos (®JI u I'JT), Ha3bI-
BaeMBbIX TaKXe “CIIOXHBIMM aunuaamMu’. OmIHaAKO
ceifyac XOpoIIIo U3BECTHO, UTO TaKK1e IMPEACTaBUTEIN
“IIPOCTHIX” JIMITUIOB, KaK MOHO- U AUALVIITJINLIEPY -
Hbel (MAI' u JAID) Ttakke ciayxXaT MHTErpajJbHBIMU
KOMITOHEHTaMU MeMOpaH MHOTUX pacTeHui. IToaTo-
My OBLJIO OBl HENIPaBWJILHBEIM HE YYUTHIBAaTh JaHHEIC
COCNMHEHMS, HAPSIAy CO CIOXHBIMM JIMIHWAAMU, B
padoTax 1o KOJIMYSCTBEHHOMY M3yUYeHUIO MeMOpaH-
HBIX JIMITAIOB PACTUTEIbHBIX TKAHE.

Takum obpazom, y ®JI unu I'JI B KauecTBe ruapo-
(UITBHBIX TOJIOBOK MOTYT BBICTYMNATh 1160 hocdaTt u
ero 3¢upbl, 11UOO rekcosbl, JMOO aMUHOTpPYIIa, K
KOTOPOI MHOTIIa MPpUCOeANHEeHA TJI0K03a UK doc-
dart. ITpu runponuse I1JI o6pa3yroTcs Tpu Uim 6osee
MepBUYHBIX IponykTa [14, 15]. Xumuaeckue popmy-
bl epeunciaeHHbIX [1J1 mpuBeneHs! B 0630pax [6—10,
15, 16], a ux NoHbIE XUMUYECKNE HAUMEHOBAHUS —
B pabotax Keiirca [17] u Cristie [18].

boapmmHcTBO KiaccoB I1JI pacTUTeIbHBIX TKa-
Hell MOXHO crpymmnuposaTth B pasgennsl ®JI u I'JT;
rpynia C(UHTOJUIIMIOB PACTEHU IIOYTU ITOJIHO-
cThio BxoauT B pazzael I'J1 (310 NMKOoC(hUHTOINITUIbI).

OOCOOIUITAADI
PACTUTEJNIbBHBIX MEMBPAH

®DJI, umMeHyeMble Takke ruiepodochoIunuaIamMmu
OOBIYHO COCTOSIT M3 TJIMLIEPUHA, 3TepupULIPOBaH-
Horo aByms mojiekyimamMu KK, Torma Kak K TpeTbeit
OH-rpynrne npucoenvuHeH ¢ocdar, KOTOpbIil 3Tepur-
¢umpoBaH pa3HBIMU a30TUCTBIMM OCHOBAHUSIMU
(XONMMHOM, 3TaHOJAMMHOM WJIM CEPUHOM), a TaKXKe
[JIMLIEPUHOM WJIM MHO3UTOM [6—9, 15, 16]. Takum obpa-
30M, K mtepodochonuImaaM OTHOCSTCS. IPOU3BO/I-
Hble pochaTuanbix kKuciaor (PK; 1,2-auanmii-sn-rim-
1epo-3-docdara). DK — mmuepodocdoUnuabl, He
3TepUdULIMPOBAHHBIEC BELIECTBAMU C YIIOMSIHYTHIMU
a30TUCTBIMUA OCHOBAaHUSIMU — COAEPXKATCS B MEM-
OpaHax B HUYTOXHO MaJIOM KOJUYECTBE, HO UTPAIOT
BaxKHYIO POJIb KaK BTOPUYHBIE MECCEHIKEPHI B CHUT-
HaJbHBIX NyTsx [16, 19]. B otnmuuune ot K, pocda-
TUAUIXOJUHBI (PX) B GOJBIIMHCTBE PACTUTEIbHBIX
OO0BEKTOB SIBJISIIOTCS IVIaBHBIM KitaccoM cpeau I1J1,
COCTaBJIIOIIMX MaTPUKC MeMOpaH [6, 7].

DdocharugunstaHonaMuHbl (PD), KaK U3BECTHO,
TakXe IKUPOKO BCTpeyaroTcss B MeMOpaHax pacTu-
TeabHBIX KJIeTOK. MHbopMmanuu o dusnosornye-
cKoit pyHKIIMM P B pacTCHUSIX TOJTYYEHO B HACTO-
d11ee BpeMst 10BOJIbHO Majio. M3BecTHO, uTo P sB-
JISTIOTCSI  JOHOpaMM ocTaTka ¢ocdoaTtaHoIaMUHa,
HEOO0XOAUMOTOo ISl yaep:KUBaHUs (3asiKOpUBaHMSsI)
OeTKOB Ha HapyXHOM ITOBEPXHOCTH MeMOpaH MOJIe-
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Puc. 1. CemuuiieHHasl KOJblieBasi CTPYKTypa MOJISIPHOI
TOJIOBHOM TPYIIITHI (hochaTuanISITAHOIAMUHA.

KynamMu dpochaTuminHo3uTIIMKaHoB (DU -ruka-
Hbl; oHU Ke TDN) [20]. [Tomumo DB, MoOryT BCTpe-
yaTtbcsl (pochatuamn-N-MeTunsTaHOIaMUH U oc-
datuauin-N,N-muMmernastaHoaamMuH [17]. @D gacrto
oOpasyet ¢popmy N-anerata @D (N-ADD), KoTopas
TakKe HeCeT BaXHYIO (hM3MOJIOTMYECKYI0 pPOJib B
KM3HU pacTeHWIA. AKTUBALIMSI METaboIM3Ma 3TOTO CO-
€IVUHEHUSI CBSI3aHa C KJIETOYHBIMU CTPECCAMU U, B YaCT-
HOCTH, C ITaTOreHHbIM cTpeccoM. IIpm stom N-ADD
ruaposm3syercsa docdoimmazoit D, m HachIeHHBIE
N-aneTmiI3TaHOJaMUHbBI JSUCTBYIOT KaK JIMITUIHbIE
MeOUaTOphl I PETryIdpPOBaHUSI MOHHOTO IIOTOKA,
aKTUBUPYS DKCIIPECCHIo TeHOB 3amuThI [21]. MHOTIA
N-A®D MoryT comepxaTb MpU aToOMe a30Ta alleTat
BMECTO O0CTaTKOB BhicIInX KK.

Crpykrypy u ¢yHkuuun DJI-matpukca KiIeTod-
HBIX MEMOpaH BO MHOTOM OIIPEIEIISIIOT XUMUYECKIE
CBOIiCTBa TOJISIpHOiT ronoBHOM Tpynmsl (ITIT) @D,
KaK OJHMX M3 IJaBHBIX COCTABJISIOIINX MEMOpPaHBI.
Csoiictba I[1I'T 3aBUCAT OT BXOISIINX B €€ COCTAB XU -
MUYECKUX CBSA3EU 1, IPEXKIE BCETO, OT CIIOXHOA(PDUP-
Hoit P-O-C-cBs3u Mexny octratkamMu (ochopHOit
KMCJIOTHI ¥ TAaHOJIJAMUHOM. XMUMUYECKOE paclleryie-
HUE 3TOI CBSI3M HOCTUTAeTCs JIMIIb B BEChMa XECT-
KMX YCIOBUSIX, ITyTeM KUIIsTYeHUs B cJibHOM (0.4 N)
pacTtBope 1esouu [22]. HaMu mpeanosioxeHo, 4To
BBICOKasl yCcTOMIMBOCTL P-O-C-cBg3m 00ycioBiIeHA
TeM, 4To (pocdoaTaHOJIaMMOHMEBasI MOJSIpHAasl TO-
JoBHas rpynna @D mpeacTaBiasgeT co00il IIPOYHYIO
CEMHUYJICHHYIO KOJIBLIEBYIO CTPYKTYpPY C HEHTpajb-
HBIM MJIM CJIa000TpULATEIbHBIM 3apsiioM (puc. 1).
Oo6paszoBaHue kojblieBoii [1I'T BeI3BaHO BHYTpHUMO-
JIEKYJISIDHBIM  3JIEKTPOCTATUYECKUM IIPUTSKEHUEM
ITPOTUBOIIOJIOXKHO 3apSKEHHBIX TPYIIIT, a TAKKE TP -
CYTCTBHEM BOHOPOIHOI CBSI3U. biaarogapst BHyTpU-
MOJIEKYISIPHOMY B3aHUMOIEHCTBUIO B KOJIbLIEBOM
III'T ee aTom a3oTa pacrosaraercs Ha OJIM3KOM pac-
crostHuu (2.7 A) oT KUCIOpPOIHBIX aTOMOB (hocdara,
a 13-3a OTCYTCTBUS B 3TOM KOJbLeBOil rpymnmne @D
CBOOOMHBIX IOHOPOB/aKLIETITOPOB BOJOPOIHbBIX CBSI-
3eif OHa OYeHb CJ1ab0 rMapaTUpPOBaHa.

YcrpaHeHre BHYTPUMOJICKYJISIPHOTO B3aUMOIEi-
CTBUSI B KOJIbLIeBOI rpymnre ®D mocTuraercst aleTu-
JIMPOBAaHMEM OCTaTKa 3TAHOJAMWHA 3TOr0 COeIUHE-
HUS MO aToMy a30Ta YKCYCHBIM aHruapuaoM. Ilpu

5TOM BHYTPUMOJIEKYJIIpHAs BOAOPOIHASI CBSI3b pa3-
phIBaeTCs, a IOJIy4eHHBIM TaKMM IyTeM N-aleTaMuI,
D3 comepKUT MpakTU4ecK HeliTpaibHyo N H-rpyri-
Iy ¥ UMeEeT OTPULATENIbHbBIN 3apsij, JTOKAJIN30BaH-
HBIIA Ha aToMax Kucjopoza ¢docdaTHOI TpyIIIbI.
Cnocoonocts III'T N-aneramuaga @D K ruapaTalnin
Kak 110 ocTtaTKy docdara, Tak 1 N H-rpyrmmipoBKu pe3-
KO BO3pacTaeT, U IToToMy ycTomdnBocTh P-O-C-cBs3u
K THIPOJIN3Y 3HAYUTEJIBHO CHIDKaeTcs. Takum obpa-
30M, HAMM OOHAPYXEHO, UTO KOJblieBas rpymnma d3
SABJISIETCS MNPOYHOM HETMAPATUPYEMOI KOJIbLIEBOM
CTPYKTYpOIi, KOTOpasi, BEpOSTHO, UIPAET OCOOYIO
poab B (GYHKIIMOHMUPOBAaHUY MeMOpaH [22].

Ddocharupunrauuepunsl (PI) Bcerma comepkart-
Csl B XJIOPOIJIACTax, SIBJISISICh HEOOXOMMMBIM KOMITIO-
HEHTOM peaKILIMOHHOIO LieHTpa poTocucteMsl 11, ux
TUjaakounoB. BHemrHMii cioii MeMOpaH XJIOpoILIa-
CTOB TaKxKe COCTOUT IpeumyinectBeHHO U3 ®I' u ra-
nakroaunuaoB [13]. IlpencrasisieT 3HAYUTEIbHBIN
nHTepec, yro KK KJIeTOK XI0opeiUlbl BKIIIOYAIOT
mpanc-3-reKcaelieHOBYIO KUCIOTY (10 3.5% oT cyM-
Mbl 2KK). TIpu 5ToM OHa TTOYTH UCKITIOUUTETBHO CO-
cpeloToueHa B su-2-nonoxeHun OT.

B cnyugae mudocharupunraunepuHos (JDr;
JIpyTroe Ha3BaHUE — KapAUOJUIINHBI) K MoJieKyne DI’
MPUCOEIUHSIETCS ellle OAWH IualuIrauuepodocdar,
TakK, 4ro oOpasyeTcss Mosekyna DJI, Bxkmouarorias
4 KK, 2 docdara n 3 mmuepura. KaparommmmaHer —
5TO JIUMNUIBI C YHUKAJBHBIMU CBOMCTBAMU U OOHapPY-
KMBAIOTCSI OHU MCKIIIOYMTEILHO B MeMOpaHax, reHe-
PUPYIOIIVX 3JICKTPUICCKUN MOTCHIIMAI. DTU JIMITUIBI
MMEIOT TeHIEHIIUIO K 00pa3oBaHUIO HeJlaMesUISIPHBIX
CTPYKTYP, YMEHBIIAIOIINX MEXaHNYECKYIO YCTOMIM~
BoCTb Ouciost. Tem cambiM JPI" MHULIUUPYIOT U3Me-
HEHMsI B MeMOpaHax (peMoJeIMpoOBaHUE UX ABYCJION-
HOII CTPYKTYpHI) U JIeJIal0T X 0oJiee IMIPOHULIAEMbIMU
[23]. KapomoiunuHBI SBASIOTCS CIIEeIIM(PUICCKUM
KOMITOHEHTOM BHYTpeHHEl MeMOpaHbl MUTOXOH-
JIpUil Yy pacTeHU U y XUBOTHBIX, CUHTE3UPYIOTCS
¢depMeHTaMU 3TOM MeMOpaHbI X COCTABIISIIOT OKOJIO
22% ot cymmbl Beex ee DJI [12, 24]. [Tomumo @I u
J®PI', BO3MOXHO cyllecTBOBaHUEe (ochaTUIVIITIIN -
nepodocdatoB u dpocharnani-O-aMUHOAIIMIITIN -
LIEPUHOB, TlIe aMWHoallMJbHas TpynmnupoBka R"
IpelCcTaBlIcHa OCTAaTKOM JM3WHA, apriHUHA WIU
amananHa [17].

Ddocharuguncepunsl (PC) — kucibie DJI mMmeM-
OpaH — SBJISTIOTCSI OTHOM U3 COCTABISIONINX (hepMeH-
TATMBHOT'O KOMITIEKca ITpoTeMHKIHA3bI C, (hopMUpYyIO-
meit psn cneuuduyeckux depmeHToB. CBSI3BIBaHME
npoTerHKMHAa3bl C ¢ MTOHAMM KaJIbLIMs TTO3BOJISIET ep-
MEHTY BCTYIaTh B KaJIBLUIT-0ITOCPEIOBAHHOE B3aNMO-
neiicteue ¢ MoseKynamu POC. JuamuiarauiepruHsbl,
3aHUMas crielibrIecKue eHTPhI B TPOTEMHKMHA3E
C, ele OoJsiee YBeIMUYMBAIOT €€ CPOJCTBO C MOHAMU
KanbLus [22, 24].

IToMuMO a30TUCTBIX OCHOBaHWIA, TIMIEpodoC-
doaunuabl MOTYT BKJIIOYAaTh 1 MUOMHO3UT, 00pa3yst
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dochatuopunmaozuter (OPU) [17, 18, 25]. Kpome
®U, B pacTeHUSIX MOTYT BCTpevaTbCsl U IU-, U TPU-
dochonnozutuabl (PH,-bochar u U, 5)-nu-
docoar; Tadn. 1). B muctesax ropoxa (Pinus sativum) u
CYCINE€H3UU OOHOKJIETOYHOM 3€JIEHOW BOIOPOCIU
Chlamidomonas eugametos ObLTN HaMIEHbI JIUIIIb CO-
enunenuss ®U 4 -pocdar u U, 5)-nudocdar [26];
oTn Xe kiaccel I1JI Obutu HaiineHbl U B Arabidopsis
thaliana [44] u B Dunaliella salina [45]. OnHako nu-
hochOoMHO3UTUABI MOTYT BCTPEUYaThCS, TTOMUMO
rnaHoro usomepa (PU ) -docdar), Taxke B BUIe
DU 3 -dpocdara unu PU ;5 -docdara, Kak 310 ObLIO
obHapyxeHo B Chlamydomonas [27], a Tpudocdou-
HO3WTHUABI MOTYT 00pa30BBIBaTh, IIOMUMO H30Mepa
DU 4 5-mudocdar, PU ; 4)-nudochar u PU ;5 5)-nu-
docdar [28, 29]. PN MOXHO M3BJIeYb M3 TKAHU
TOJIBKO TIOCJIe TOOABIICHUS B 9KCTPAreHT HeOOJBIIIO-
0 KOJWYECTBA MUHEPATBLHON KHUCIOTHI, IpUYEeM
capur pH He MoXeT OBITh 3aMeHEH yBeJIMYeHUEeM
WOHHOI CHUTBI 9KcTpareHTa. [1o-BuanMomy, KuciaoTa
HeoOXoaumMa TSl pa3phbiBa IMMPOYHBIX MOHHBIX CBSI3EH
MEXIY CUJIbHO MOJSIPHBIMU TPYTIIUPOBKAMU JIUTIN/I -
HBIX MOJIEKYJI M HEpaCTBOPUMBIMHU ITOJIUMEpaMM
KJIETKU.

K ®UH dgepe3 mocpeacTBo oMrocaxapuiga MOTYT
MPUCOSINHITLCS crielindruecKre 0eJIK1 Hapy>KHOM
MOBEPXHOCTU MeMOpaHbl. PU ¢ mprucoeAMHEHHBIM K
OIHOT U3 TUAPOKCWILHBIX TPYIIT MHO3UTA OJIMTOCA-
XapuaoM (IJIMKaHOM) Ha3bIBalOT (hochaTUININHO-
3uTriaukaHaMu. CBsI3b OEIKOB C 3TUMU MOJIEKyJIaMu
ocyuiecTBisgeTrcs: 4depe3 (ocdortanomamuH. DU-
TJTMKaHBI MOTYT BBITTOJTHSATH B MeMOpaHe “SIKOpHYIO”
¢yHKIIUIO ¥ 0TCI0[a UX Apyroe Ha3BaHue — [ DI -3a-
SIKOpeHHBIe O0elku. CUnTaeTCs, 4YTO MPU 3TOM OEJIOK
MOXXeT 00pa30BbIBaTh KOBaJIEHTHYIO CBsI3b ¢ DU -
IIMKaHOM (HampuMmep — Iejao4yHas docdarasza), a
oTAeeHrEe OeliKa OT MOBEPXHOCTU MeMOpaHbI IIPO-
ncxoauT 1on aeiictBueM docdommmnasel C [24]. Ot
COeIMHEHMsI HalileHbl B apabua0TICUCe, PUCE U MHO-
rokopeHHuke (Spirodela oligorrhiza; pon TpaBsHU-
CTBIX pacTeHuii M3 ToaceM. PsckoBwie miam Lem-
noideae) [30]. CraHoBUTCS Bce Oojice OYEBUOHBIM,
yTto HekoTopble I1JI, moMuMoO oGecreuyeHUsT Cpebl
JUIST pabOTHI MEMOPAHHBIX 0EJIKOB, BO MHOTHX CITyJa-
SIX CITOCOOHBI BJIMSITh HA UX CTPYKTYpPY M (OYHKIIUU.
OCo0EHHO 3TO KacaeTcsl BBICOKOIOJSIPHBIX 3apsi-
xkeHHbIX DJI, kakoBbIMU gBIsAI0TCI PU 1 PC, KOTO-
pBle MOTYT OKa3bIBaTh MOA0OHOE BIusiHIE [46].

Bo3MoxXxHO cyllleCTBOBaHUE OPYIMX BapHaHTOB
CTPYKTYpPBI IIULEepoGOCHOTUTUIOB: IU30POPM Psi-
na DJI (takux, kak DD, OX, ®C u ®K), B KOTOPBIX
MOJIEKYJIa COOEPKUT JIMIITL onuH ocTaToK KK, a Takke
MOHOAIMIMOHOATKWI(hochaTuaoB  (0Opa3yronuxcs
n3 OO wm OX) u muankuipocharnaoB (0Opasyro-
muxcst u3 O wm  pochaTnaunrmmuepodocdara)
[17]. Takue DJI, kaK TUIa3MaJOTeHbI, Y KOTOPHIX B
IIEPBOM MOJOXEHUHM IuliepuHa HaxoguTcs He KK,
a OCTaTOK CIMpPTa C UIMHHOM anmdaTUIecKOl Iie-
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MBIO, CBSI3aHHBIN ITPOCTOI 3(UPHON CBI3BIO, 1O Ha-
CTOSIIIIETO BPEMEHU B pacTeHUSIX He HalideHbl. Takke
HE HaiiIcHbl B PaCTUTEIBbHBIX 00beKTax (ochochrH-
TOJIMIIMIBI, B KOTOPBIX C(OMHIOMMEIMH CBSI3aH ¢ (poc-
(OXOIMHOM B Ka4e€CTBE MOJISIPHOI TOJIOBHOI TPYIIIEL.

@JI ygacTBYIOT B IOCTPOSHUHU BCEX BUAOB KJIETOU-
HBIX MEMOpaH; B OCHOBHOM cocTosIT u3 ®JI memOpa-
HBbI BHOOMJIa3MaTudeckoro petukyiayma (OP) u mu-
ToXOHApUii. Jlaxe oJIeoCOMBI — cepryecKrue Mac-
JITHBIe Tena, popmupyemMbie B OP 1 cocrosgime u3
TAI, okpy:KeHbl MOHOCJOeM U3 (HOoCHOIUIUIOB,
KOTOPBIM COHEPKUT OCOOBIe MHTErpajibHble OCJIKU
OJIEO3WHBI, a TAKXKE W Pl Apyrux 6enkos [13].

INIMKOJUITNABI 1 APYTUE
JIUTINIBI MEMBPAH

CrrertnrmaHOM 0COOEHHOCTBIO PACTEHUI SIBISICT-
csl HaMuue B Ux MeMbpaHax, moMmumo DJI, Takke u
DIMKOJIUIIMAOB, KOTOPBIC SBJISIIOTCS JIAIIMAHBIMUA
IIPOU3BOIHBIMHU caxapos [6, 10, 30, 31, 47]. B ranHOM
pasnesie pedb MOoNIeT O TaAKUX TISITU TPYIIaxX MIUKO-
JIMINAOB, KaK TIMKO3WIOUALVITIMIEPUHEI, CYJIb-
doxuHoBo3MAuaIrannepudsl (CXAI'), a¢ups
IMKo3uaoB ctepuHOB (BI'C), aupbl IIIIOKO3BI U
caxapo3hl 1, HaKOHEII, TJIMKOC(UHTOJINIINILI.

B monexymax rpymmsl 1 I'Jl — mmkosumanamir-
JIMLIEPUHOB — K TMIPOKCUJILHOM TpyTITie AUaLWITInLe-
pYHA DIMKO3UIHON CBSI3bIO MPUCOSOUHSIOTCSI MOHO-,
N~ WJIX TpUCAaXapyuabl. DTO MOHO-, T1- 1 TPUTAIaKTO-
suwiananuarmuepuasl (MIAD, AT u TTAT). Kpo-
ME TOIO, 4TO B PaCTUTEILHBIX OOBEeKTax HaiineHBI
TrAT (ta6m. 1), HaitgeHbl Takke U 6-O-amun-MIT AT
i 6-O-aumn-ATIT [14]. XnoporutacTel comepsKar
I'JI, KoTOopEHIe IBIISIIOTCSI OCHOBHBIMM KOMIIOHEHTaMU
TUJIAKOUIHBIX MEMOpPaH, HO BCTPEYAIOTCS TAKKE U BO
BHellIHel memOpaHe. I'JI He GopMUPYIOT UCTUHHBIN
OMCITIOi, OMHAKO IIPUCYTCTBUE MX KIIMHOBUIHBIX MO-
JIEKYJT BaXXHO IJIsT 0Opa3oBaHUsI M3rMOOB MeMOpaH 1
dopmupoBaHus tuiakonnoB. @opma monekya I'J1
CITOCOOCTBYET TaK3Ke BCTpAaMBaHUIO OEJIKOB B JIMITHI-
HBII cioit MeMOpaHHI [13].

IMocnenosarenbHoe nobasienue K MIAT (B-D-
ran-JAI’) ocratkoB o.-D-rajakTonupaHo3uia B Mo-
JoxeHun C6 rajgakTo3bl IPUBOIUT K 0Opa30BaHUIO
He toabko ATAT (o-D-ran(1,6)-B-D-ran-JAT), Ho
U Tpu- (a1Be (pOPMBI) 1 TeTparajakTO3WIINALINIITI-
HepuHOB (Takke aBe ¢opMmbl) [18]. JlobGaBieHme
ocTaTKoB 3-D-rajakTonrpaHo3uia MPUBOIUT K ITOJTY-
yeHuIo etie u all-B-auranakrosmi-, all-B-tpuranakro-
3wi- u  all-B-TeTparatakTo3uIIMAalIITIIALIEPUHOB.
OnHako He SICHO, COAEPKAaTCs JIM BCE 3T KOMITOHEH-
Thl B MeMOpaHax KJIETOK pacTeHUil, B YaCTHOCTH,
MeMOpaHax 1Turactua. KpoMe Toro, U3 KopHel KyKy-
PY3blI BbIACICH allUITaIaKTOMMPaHO3WISTaAHANO. A
B TIIpopacTatolux 6o06ax MyHr (Phaseolus mungo L.)
HaliieH PpaMHO3UWJIMPOBAHHBIA TPUTAJaKTOJUIINI,
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Ne HaumeHoBaHue OOBeKT Ccblnka
1. | @ocaruamnmeri- u hocdaruamin- N, N-IMMeTUI-3TaHOJIAMUHBI DyKapuoThl [7,9, 17]
2. | N-auerarst D Bricme pacreHus [21]
3. | @ocharuaunriuiiepodocdars DyKapuOThI [17]
4. | ®ochaTnamia-O-aMUHOALIIMLIEPUHBL DyKapuoThI [17]
5. | ®Uy)-, DU 3)- u P s)-bocdarst Pinus sativum, [7,9, 26, 27]
Arabidopsis thaliana,
Chlamidomonas
6. | DUy 5)-, PU 5 5)-nudocdarsi P, sativum, A. thaliana, [7,9, 26, 28, 29]
Dunaliella salina
7. | ®U-mMKaHbl, KOBAIEHTHO CBSI3aHHBIE C OeIKaMu Puc, A. thaliana, [20, 24, 30]
Spirodela oligorrhiza
8. | Monoaummonoankuidocdarvasl (13 OO v OX) DYKapuoTHI [17]
Juankundocdarunst (13 I wim pocharununriuiepodocdara) DYKapyOThI [17]
10. | Tpu- u TeTpa-rajakTo3WIINALIIIINIEPUHBI KiryoHu kaproderns, [6, 10, 14]
JIVCTBS IITTUHATA
11. | AUWITaIaKTONMUPAHO3MISTAHIOBI Kophu kykypy3s1 [10, 18]
12. | I'excameumipaMHONMUPAHO3WITIMLIEPUHEI Bo6b1 Phaseolus mungo L. [10, 18]
13. | MoHo-, mu- 1 all-B-11-rarakTo3uIMOHOTTULICPHIIBT Bricime pacrenus [10, 18]
14. | AmwmupoBannabie hopmbl MIIT, [Mmenuia, mmmmHAT [14]
JI'1I’ 1 MOHOTaJIaKTO3WJIMOHOIJIULIEPUIOB
15. | Mansmurom-B-D-mroko3un B- cutocteprHa Briciive pacteHust [17]
16. | 1,2,3-tpu-O-Kamnpoui- « -D-rmokonupaHosa Bricime pacreHust [18]
17. | D-mmoko- u B-D-maHHO-TTUpaHo3mT- N -aiihUToChUHIO3UHBI Bricmme pacreHus [17]
18. | Au- ¥ TPUTeKCO3UIbI LIEPAMUIOB U TPUTeKCo3u - N-alleTUI-rajlakro3a- | DyKapuoThl [15, 17]
MUH LIepaMUJIOB
19. | N-aumndurochuHrosmi-dochopmmHosutsr (PIIT) Kophu KyKypy3bl, [17, 18, 31, 32]
JIUCTbsI Tabaka
20. | UnosutdochoprmniepaMuabl Kykypysa, Tabak [18, 33—36]
21. | JIyanminmmiepoTpUMETUITOMOCEPUHEI Dunaliella salina [28, 37, 38]
22. | dyaumimmmieporuapoOKCUMETI-TPUMETWIAIaHUH Chlamydomonas reinhardtii [37—40]
23. | 3-Auermi- 1.2-qaluImIMIE PUHBL Euonimus [41]
24. | MoHO-, - ¥ TpUaLJIBHbIE TIPOU3BOAHBIE TTIMKO3KIA CeMeHa MIIIEHULIBI [42]
STWICHIJIMKOJS
25. | AumteHble ipon3BoaHbie 1-O- B-D-rmrokonmpaHo3wTHIeHITUKONST | CeMeHa TIeHULTbI [43]

* [Tomumo m3BecTHBIX DJI 1 I'J1, a TakKe MX JIM30(hOPM U OKCHIIMITMHOB B coctabe MIIT u AT AT .

(rexcageMIpaMHONMPAHO3WITIIUIIEPUH, BKJIIOUAIO-
11 TPU rajJlakKTOMMPaHO3WIBHBIX ocTaTKa) [18].

B pesynbTaTe Bo3neiicTBUsT (DEpMEHTOB IIPU TO-
BPEXICHUSIX KJIETOK BO3MOXHO 00pa3oBaHUE HEKO-
TopbIX Mpou3BoaHbIXx MI'II' u AT'JII'. YMeHblIeHUE
KOJIMYECTBA allMJIbHBIX TPYIIT MPUBOAUT K BO3HUK-
HOBEHUIO MOHOTaJIaKTO3MJIMOHOIIULIEPUIOB, AUTa-
JIAKTO3WJIMOHOITUIIEpUIOB U all-B-muranakro3mimo-
HormmuepunoB. IlpucoeavHeHne allMIbHBIX TPYMIT K
nojoxeHnio C6 TepMUHaia TajlaKTO3bl MPUBOAUT K
MOJIY4EHHIO allJIMPOBAHHBIX (POPM MOHOTAJIAKTO3MJI-
monormuepunos, MIATI' m AI'AI. Cnenyer mMeth B

Buny, uto MI'II' u AT'AI" mpu roMoreHM3aluu Kie-
TOK MOTYT IIOABEPTaThCs ACUCTBUIO (PePMEHTOB aIly-
JaTpaHcdepasbl U TUAPOaa3bl alluiaoB 3¢upoB. Bos-
MOXHO TaKXe 00pa30oBaHNE OKCWINIIMHOB OTHON MU
00€1X ITOJIMHEeHACHIIIIEHHBIX allMJIbHBIX TPYIIIT B COCTa-
Be MI'JII' u AT'JIT'; He ycTaHOBJIEHO, 3a0eMCTBOBAH JIN
pu 3ToM (pepMeHTaTUBHbBIN KaTtanus [18].

IToMUMO TIMKO3WIANALIMIITIMLEPUHOB, BasKHBI-
MU KOMITOHEHTaM1 MeMOpaH pacTUTEIbHBIX KJIETOK,
B IEPBYIO oYepeab MEMOPaHHBIX CUCTEM XJIOPOILia-
cToB M apyrux dopm maactun sasisiorcs CXAT
(rpynmna 2 I'JT), B KOTOPBIX K TUIPOKCUIBHOI IPyIIIie
Ne2 2021

®U3NOIOTUI PACTEHUM  Tom 68



O KAYECTBEHHOM COCTABE JIUITMI0OB MEMEBPAH PACTUTEJIbHBIX KIIETOK 211

IVALWINIMIEPUHA TIMKO3UIHOM! CBA3bIO IIPUCOCIN -
HeH cyiabdoxuHoBonupaHo3wi. CXII sasasioTcs
eIMHCTBEHHBIMH PACTUTEILHLIMU CYIb(OININIAMUA
[10, 18, 48—50]. CXII comep>kaT OCTATOK TIFOKO3HI,
K KOTOpPOM TIpUCOeAWHEHa Tpynna CcyJIbGOHOBOMN
KMCJIOTBI; 3Ta YaCTh MOJICKYJIbI JIMITNAA CITYXXUT I10-
nspHo ronoBkoit. CX/II' oTHOCSATCS K KUCIIBIM TTO-
JISIPHBIM JIMIIMIAM W HaWIEeHbI TOJBKO y pacTeHUM,
cocTaBligst 0kojio 10% oT oblero coaepsKaHusl -
nngoB MemOpaH. CXJII' cocpenoTodeHBI TIIAaBHBIM
o0Opa3oM BO BHYTPEHHEM CJI0€ MeMOpaH XJIOpoIlIa-
ctoB. CXTI BMmecte ¢ DJI onpeneisiioT TOBEPXHOCT-
HBII 3apsig MeMOpaH, a TakoKe BIMSIOT Ha (PyHKIIMO-
HaJIbHYI0 aKTUBHOCTh O€JIKOBBIX KOMILJIEKCOB THJIa-
KOUIHBIX MeMOpaH [13].

B paszmen I')l MHOrMe aBTOPHI BKITIOYAIOT TaKXKe
KJIacC TJIMKO3UAOB CTEpUHOB [51], KOTOphle HE CO-
nepxat octatkoB KK, u moromy, no Haiieii rpaaa-
UM, HE SBISIOTCS JunuaaMu (cM. Bbiie). B To ke
BpeMsI CYILIECTBYIOT U CJIOKHBIE 3(UPHI TNIMKO3UIOB
crepuHoB ¢ KK (BI'C), KkoTopble, TaKUM 00pa3oM,
yke HecoMHeHHO stBistioTcs I1J1 m otHOCcsTCs X T'J1
(rpynma 3) [6]. DI'C npencTaBisiioT coO0M IIIMPOKO
pacIipoCTpaHEHHbIN KJIacC IJIMKOJUIIMAOB pacTe-
Huit. U3 cTepuHOB B HUX, KaK MPaBUJIO, BCTPEYaeTCs
cturmactepuH. OI'C MoryT obOpa3oBbIBaTh AMUcaxa-
PMIHbBIE TTPOU3BOAHbBIE, U3 KOTOPBIX TOJABKO LIEJIO-
ouosunsl (B-1,4) u renrnobuosuast (B-1,6) B naib-
HeliIleM MOTYT YIJIMHSThCS A0 TPU-, TeTpa- U MeHTa-
caxapungHbIX 1ereii [18]. B pacTeHusix BcTpedaroTcs
[JIIOKOMUPAHO3UIbl CTEPUHOB, IPEUMYILECTBEHHO
CUTOCTEPUHA U CTUTMACTEpHHA, a TAKXKe 6-TTabMU-
toun-B-D-rmoko3un B-cutoctepuna [17]. Dt Mo-
IU(PUIMPOBAHHBIE CTEPOUIBI IIIMPOKO BCTPEYAIOTCS
y pacTeHUli, 0OAHAKO HE BCE MCCIeA0BaTEIM MPU3Ha-
0T, YTO OHU BMecTe ¢ ocTajibHbiMU [JI gBasitoTcs
KOMITOHEHTaM1 MeMOpaH.

K raukonunupam (rpymrma 4) OTHOCSITCSI Takxke
3(dUpPHI MTIOKO3bI U caxapo3bl ¢ KOPOTKo- (10 C),) U,
BO3MOXHO, cpegHeliernnouyeayHbIMu KK, KoTopbie Mo-
IYT UHOTJA cocTaBisaTh 0oyiee 80% SIUKYTUKYIISAP-
HBIX 3KCCYyAaTOB (3KCTpale/UTIOJapHbIA MaTepuall
SMUAEPMAJILHBIX TTOBEPXHOCTEII) HEKOTOPBIX pacTe-
Huii — ceM. Solanaceae, TomaroB, Tabaka. DTU CO-
eIMHEHNSI MOT'YT BKJIIOYATh IO TPEX OCTATKOB KaIlpy-
JIOBOM KMCJIOTHI, KaK, Hanpumep, B 1,2,3-tpn-0O-kxa-
npoui-o- D-rmokonupano3se [18]. K I'JI (rpymma 5)
OTHOCUTCS U TPYIINa INIMKOCHUHTOIUIIAOB [52, 53].
Heo0OxognMo OTMETUTB, YTO, TIOMUMO 3TO TPYITITHI,
CYIIECTBYEeT MCXOIHbBIII BUI TPOCTBIX CHOUHTOIUMU-
JIOB, KOTOPEIE HE coliepxKaT B CBOEM COCTaBe OCTATKOB
caxapoB M MMEIOT HasBaHue LepaMuabl (N-amui-
C(OUHTO3UHBI UK cUHTEeHUHBI). [TTMKochuHTOIM-
MUObl  SIBISIIOTCSI TPOM3BOMHBIMM LIEpaMUIOB U
BKJIIOYAIOT: 1- 11epeOpo3uabl (OHU Xe TIIOKO3MIIIIE-
paMunbl, LIEPAMUATEKCO3UIbl WU TIIOKO3UAbI N-
alMIC(UHTO3UHOB), 2 — IW- U TOJUTCKCO3UIBI 1Ie-
pamugoB u 3 — ¢utormukoaunumsl (PIJT), koTopkie
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WHOTAA Ha3bIBalOT HMHO3UTdOchopuILIepaMuaaMu
(cm. Huxe) [17, 32, 54].

Lepebpo3nasr 00pa3yroTcst IIPU B3aMMOACHCTBUM
LIepaMUIOB Yepe3 TUAPOKCUIIbHbBIE TPYIIIIHLI C IPYTU-
MU paguKajlaMu, B YaCTHOCTH, ¢ yriieBogamu [15, 17,
55, 56]. PactutenbHble 1IepeOpO3UabI COAEPKAT OT OfI-
HOT'O 0 YEThIPEX OCTaTKOB caxapoB (TJIIOKO3bl M1 MaH-
HO3bI) B Lieny. IIprMepoM Takmx coeIMHEHMIA MOXET
cnyxuthb 1-O-B-D-rmokonupano3ui-N-armiduroc-
¢uHrO3MH, rae R — 2-okcu-(rmajbMUTOUI, CTeapOuI,
6erexHown win aurHouepwmi) [17]. UcxogHEIMU MOXK-
HO CUMTATh IBA MOHOITIOKO3WILIEpaMuIa, ComepKa-
IKUX OCTaTKu Jn6o P-D-riokonupaHosmia, 6o
- D-MaHHOMMpaHO3WIa, U3 KOTOPBIX MEPBBIi MTPeoo-
JlagaeT B (pOTOCUHTE3UPYIOLIMX TKaHsX. [rokonupa-
HO3WILIEpPAMUIbl MOTYT IOIOJHUTEIBHO MPUCOEIU-
HSITh 10 OTHOMY OCTaTKy MaHHO3bI MJIX IJIIOKO3EI, 00-
pazysl AOUTIIOKO3WalepaMuabl. Te M3 MOCIeTHUX,
KOTOpbIE COAEPKAT OCTAaTOK MaHHO3bl Ha TEepPMU-
HaJIbHOM KOHIIE, MOTYT IIPUCOSINHSITh eIle OCTaTKU
MaHHO3bI WM ITI0KO3bI, 00pa3ysi IBa TpU- 1 1Ba TET-
parroKo3milepaMuaa ¢ pasHbIM COOTHOIIEHUEM
OCTaTKOB IBYX caxapos [18]. I[IpumepoM nurekcosum-
JIOB 1LIepaMUIOB MOTYT CIIYXXUTh 1LIepaMUIJIaKTO3UIbI
(1-O-B-D-ranakromupanosun-O-f-D  mokormpa-
Ho3wiI-N-amuincuHro3unnl) [17]. ITokazaHo cyie-
CTBOBaHUE €Ilie 1 TpUreKcozuauepamun-N-aleTuira-
nakTo3amuHa [20]. CiaenyeT uMeTh B BUIY, YTO KaXK-
IbIA U3 MOHO-, OU- M TPUTCKCO3UAOB LiepaMUIOB
00pas3yloT TIpN agCcopOIMOHHOIM XpoMaTorpadun 1o
JIBe Xpomartorpahpuyeckux 30HbI, COAEPKAIIUE CO-
eIMHeHUs J1b0 ¢ HopManbHbiMU KK, nmubo ¢ rua-
pokciKK [15]. B monmurekco3mmax nepaMmumoB, Kak
MPaBWJIO, TJIMKO3WIHASI YacThb MPEACTABIISIET COOOM
OJINTOCAaXapUAHYIO LeMb, COAECPKAIIYI0 OT ABYX IO
IIIECTU MOHOCAXapuIOB.

I[MoMumMo 11epeOpPO3UIOB U ITOJIUTEKCO3UAOB 1ie-
paMUIOB, IpyIia NMUKOCGUHTOJIUNNAOB BKIIOUAET
®DI'JI, xoTophle IPEACTaBIdIOT coboit N-anuiadpu-
TOCHUHTO3MIDOCHOPUINHOZUTEI, CBSI3aHHEIE TJIN-
KO3UIHOM CBSI3bI0 C OCTaTKaMM psiia MOHOCaxapu-
JIOB WJIM TloaucaxapuaHbix rpymm [17, 18, 30, 33];
CTPYKTYypa MX YCTaHOBJIEHA JUIIb B OOIIMUX YepTax
[32, 34, 57]. Kpome nHO3MTa, hochopa n chUHTO3MHO-
BbIX OCHOBaHMIA, comepzKaiuxcsas B Mojiekyse DI,
TaM MOTYT IIPUCYTCTBOBATh €IIE IO IECITH pa3iny-
HBIX KOMITOHEHTOB, BKJIFOYAIOIINX, BO3MOXKHO, 10 16
U Jaxe 0osiee ocTaTKOB MoHocaxapuaoB [17, 18, 30,
33, 58]. B ®I'JI uepamua-1-pocdat cBsI3aH C TITIOKO-
3WJIMPOBAaHHBIM MTHO3UTOM (pochonnapupHOIA CBI3BIO
[18]. LleHTpanbHOIi YacThio (smpoM) MoJieKyJibl PIJI
aBisioTcst nHo3uTdochopuepamunsl (MPII), xo-
TOpPBIE, BOBMOXKHO, MOTYT BCTPEUYAThCSI B PACTUTEIIb-
HBIX TKaHSIX U B CBOOOJTHOM COCTOSIHUM. B npyrux pa-
6otax npennoinaraercs, yto MDLI (apyroe nx o603Ha-
yeHre — (hochopICHOUHTIOINUNNIBI) MOT'YT CONEPXKATh
B CBOEM COCTaBe pa3IMyHbIC MOJUCaXapUIHbIE OCTATKU
U TIPEACTABIISIIOT COD0O  pa3sHOOOpa3Hyl TIpYIILY
C(OUHIOJUIIMIOB, IPUCYTCTBYIOIINX B BBICIIIUX pac-
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TeHHUSIX U Trpubax; 3mech, BEPOSITHO, O0OO3HAUYCHUE
HN®II npupaBuuBaetcs K @I'JI [32]. M3BecTHA T
MpeanojaraeMasi CTpyKTypa siapa sl IIaBHBIX pa3-
HoBugHocTein MPII u3 Kykypy3sl 1 Tabaka [32—34,
37, 35]. IlpucyrctBue B mojiekyiax DI'JI pa3nuuHbIX
MOJIMCaXapUAHBIX TPYIN TPEISITCTBYeT BO3BpaATy
STUX COCAUHEHUI B OpraHUYecKyo a3y U3 BOTHOI
MPY OYMCTKE 3KCTPaKTa, IMIPUBOIS K HETOOLICHKE UX
COJiep>KaHMS B paCTUTEbHBIX TKaHsX [32, 34].

INepBoie manHbIe O cylecTBoBaHUM DI'JI B KOpHSIX
KYKypy3bl 1 UX CTpyKType moaydeHbl Carter ¢ cOaBT.
[33]. ITo3mHee, cchlTasich Ha 3Ty pabOTy, HEKOTOPHBIC
aBTOPbl MPUBOAAT BO3MOXHbBIE (DOPMYJIbI 3TUX Be-
mecTB [17, 18, 30, 32]. Kpome Toro, ®I'JI oGHapyKeHbI
B JIMCThsIX Tabaka Hsieh ¢ coaBt. [34] n Kaul ¢ coaBr.
[35], Ha KOTOPBIX TAKKE CCHLIAIOTCS B YIIOMSIHYTBIX 00-
Jiee mo3gHux padotax [18, 32]. IIpucyrcteue UPIL]
MOKa3aHo, M0 KpaliHei Mepe, B 7 pa3InJHbBIX paCTeHU-
sx [32]. HepamunnHas yacte MPIL] 06bIMHO COCTOUT U3
TUAPOKCUC(UHTAHNHA WIA TUAPOKCUC(HUHICHUHA U
C,,-runpokcuKK. B cBow ouepenn, B dochopuli-
COUHTOIUIUAAX TUAPOKCUIbHASI TPYIIIa 3TepupULI-
poBaHa ¢ochaTom mim ocdoxoaHoMm [32]. DyHK-
1 MPILI B pacTeHUsIX U3ydeHBI ellle HeJOCTATOYHO;
WU3BECTHO, YTO OHU MOTYT CTY>KUTb, aHajornyHo [®U,
KaK SIKOPb IIJIsI yIep>KBaHUSI OEJIKOB.

I'mKOoCUHTOMUTIMIBL, TAKKE KAK BCE YITOMSIHYThIE
BheIlIe [1J1, aKkTHBHO yJ4acTBYIOT B CO3MaHUM CTPYKTYPhI
MeMOpaH, 1, KpOME TOTO, SIBJISTIOTCSI METa0OIMIECKM-
MU TTOCPEAHUKAMU PSIIa KIIETOUHBIX TIPOLIECCOB, TAKUX
KakK pa3BUTHUE MbUIbLIBI, TIepeaaya CUrHajla TpaHCIYyK-
UM Ha aObCIM30BYIO KMCJIIOTY U OTBETHAsI peakKIivs
pacTeHUI1 Ha TMITOKCUIO U aTaKy ITaToreHoB. [ Tukoc-
dunronunuasl, Bkiodasgs OIJI, BxoasaT B coctaB DP
U TU1a3MaJieMMBEI [59].

OcHoBa TIMKOC(HUHTOJUIIUAOB — LEepaMUIbl —
a1o amuabl 2KK ¢ BeicimmMuy aMmuHocripramu [ 17, 25,
30]; mocneaHue MHOTIA HAa3bIBAIOT JJIMHHOIIEIIOYCY -
HbIMU M- WIA TPUTHUAPOKCUOCHOBAHUSIMM, WIU
cuHroocHoBaHusMu [15]. HamMmeHoBaHust 31ux co-
€IVWHEHWI, BCTpeyalolluecs B JIUTEpaType, K coxaye-
HUIO, YaCTO JOBOJBbHO CUJIBHO Pa3INYaloTCsl Y Pa3HbIX
aBTOpPOB. BrIcilie aMMHOCTIUPTHI B COUHTOIUTTMAAX
OOBIYHO MOTYT BapbMpOBaTh MO IJIMHE LENU MEXIY
C¢ 1 Cy 1 moaBeprarbest TMAPOKCUTUPOBAHUIO U/ WIU
necatypauuu. /IBoiiHas cBsi3b B A8-MOJI0XKEHUU MO-
JKET HaXOJAUThCS KaK B yuc-, TaK U mpanc-KOHGUTy-
paluu, 1 COOTHOIIIGHHWE 3TUX MU30MEPOB BapbUPYET B
pa3HbIx 00beKTax. /JIBoitHas cBsI3b B A4-TI0JIOKEHUN
OOBIYHO IIPUCYTCTBYET B mparnc-KoHpurypauuu [50].

Briciiiie aMMHOCTIMPTHI MPEACTaBIEHbI, KaK Mpa-
BUJIO, MPOW3BOAHBIMU WX TOMOJIOTaMU HACHITIIEHHOTO
C s-amuHoauona chUHraHuHa (IUruapochruHro3uHa;
2-D-amunookranekananoi-1,3-D). B ator kiacc
BelecTB BXoIAT Cig- 1 Cy-aMMHOCTIUPTHI, KOTOPbIE
MOTYT OBITh IUOJIAMU WJIM TPUOJAaMU, a TaKXKe ObITh
HACBILIEHHbIMU WU MOHOHEHACHIIIEHHBIMU. K Cg-
aMUHOCTIUPTaM, TIOMUMO AUTUAPOCHUHIO3UHA, OT-

KYKOB

HOCATCSI C(OPUHTO3WH, (PUTOCUHTO3UH M IETUIPO-
GUTOCHPUHTO3UH, U3 KOTOPBIX MTEPBbIC 1BA — AUOJIbI,
a BTOpbI€ ABa — TPHUOJbI. JIBOiTHas1 CBS3b UMEETCS B
chuHrosuHe u nerunpocduHrosune. M3 C,y-aMruHo-
COUPTOB HanboJiee U3BECTHBI HachlllleHHble C,y-n1-
rugpocuHro3nuH u Cy-durtochunrosun [12]. Ilo
JIPYTUM NaHHBIM, W3 IJUHHOILIEIIOYEYHBIX OCHOBA-
HUI HauOoJjiee 4acTo BCTpeyarTcs 4-TUIpPOKCUC-
¢unHranuH (tpuod; t18:0; oH xe dUTOCHUHIO3UH),
4-runpoxcu-8-cunrenun (t18:1%), nurmapocpun-
ro3uH (auoi; d18:0; oH ke chuHraHuH), 8-chuHre-
HuH (d18:1%), 4-cunrenun (d18:14, usBecTHBIN Kak
cuHrasun) u 4,8-chunraguenu (d18:243) [50].

Takum o6pazoM, COUHTOIUNUABI COAEPKAT B MO-
JIEKyJIe BBICIIUI aMUHOCIIMPT, BKJIIOYAIOIIWIA THI-
POKCHJIBbHBIE TPYINBI U aMHHOIPYMIY, OJjlaromaps
KOTOPOI 3TU JTUIIMIBI UMEIOT CJIa0O0IIeI0OUYHbIE CBOI-
crBa. K aMuHOTpyIIe aMMHOCIIMPTOB aMUIHOM CBSI-
3bI0 (3HAYMTENILHO OoJiee MPOYHOM, YeM CJIOXKHO-
adupHasa) npucoenuHeHa KK, koTopass comepKuT
He OoJiee IBYX OBOMHBIX CBsI3eli. [ maponan3 aMuaHoOMI
CBSI3U IJIsI TTIOJIyYeHMsI CBOOOIHBIX ocHOoBaHUiT 1 2KK
13 C(OUHTOTUIIUAOB OOBIYHO BBIIOIHSIOT KUITSTYEHU -
eM B 1M MeTaHoibHOM pacTtBope NaOH B TeueHue 18
q [13, 22] it B 2N BOITHO-METaHOJBHOM pPacTBOpE
HCI B Teuenue 5 unm 18 9 [17].

B cBoGOmHBIX liepaMuAax W3 BBICIIMX AMUHO-
CIUPTOB TIpeodiianaloT MPOU3BOIHbIE Tpuoaa (u-
ToC(PMHTO3MHA, HANpUMep, TPUOIBI C T0OaBICHUEM
wim 6e3 To0aBIeHUS yuc/mparc-IBOMHBIX CBSI3ei TTpur
C8. B dutorukonunuaax Takxke mpeodsanaiT TpUo-
J61. B 11epebpo3raax muomsl 1 TPHUOJIBI BCTPEYaloTCs B
PaBHBIX MPOIIOPLIUSIX C MpeodIagaHueM 8-c(UHIeHN-
Ha, 4,8-ccuHranueHuHa u 4-ruapokcuchuHraHuHa
(¢putocdunrosnna) [10, 18, 60]. ToabKko 4YeTHIpe
BBICIIIMX aMUHOCTIMPTa HalIeHbl B Iepedpo3umax
apabupgoricuca: 4-TUapPOKCU-8-yuc-c(OUHTEHUH,
4-rugpokcu-8-mpanc-cOUHTEHUH, 8-mpanc-ChuH-
TeHUH U 8-yuc-cOUHTeHUH. VI3 HUX TIaBHBIM KOM-
IIOHEHTOM SIBJISIETCS 4-TUIPOKCH - 8-y c-COUHTCHUH,
COIMPOBOXIAEMBIA TTPEUMYLIECTBEHHO 2-OKCUHEPBO-
HoBoi# kucnoroit (C,,.,-okcukuciora) [61]. [Tomumo
BBICIIIMX aMUHOCIIMPTOB, LIepeOpO3Uabl BKIIOYAIOT
KUPHBIE KHUCIOTBI C OYEeHb UIMHHOM IIETBIO
(CKKO/LL; mo 78% ot cymmbl Beex 2KK). Kpome To-
ro, B liepeOpo3uaax MOTYT COOEpXKaThCs 10 14 BUAOB
OKCHUKUCJIOT (CM. HIKE).

O06bryHO I1JI commyTcTBYIOT B MEMOpaHaX CTEPUHEL
U IJIMKO3UJIbl CTEPUHOB, KOTOpbIE T10 Hallleil rpaja-
IIM1 HE BXOOST B COCTaB JIMIIUIOB, ITOCKOJIBKY HE CO-
nepxat KK. Tak, B rutazmajieMMe €CTb CUTOCTEPHH,
CTUTMACTEPUH M KaAMIIECTEPUH U JIUIb CIIEMIbI XOJIECTE-
puHa. Kpome Toro, pactureibHble TKaHU (OCOOEHHO
ceMeHa) conepxkat clioxHble 3¢upbl ctepuHoB U KK,
KOTOpBIE M3-3a UX OOJIBIION XpoMaTorpaduuecKomn
MOIBUXKHOCTHU OTHOCSTCS He K T1J1, a K HelTpalbHBIM
mmmunaM. CTepuHbl TakkKe amMpUQUIbLHBI: THUIPOK-
CWJIBHBIC TPYIIITHI 00Pa3yioT THIPOPIIEHYIO TOJTOBKY,
®UBNOJIOTUS PACTEHUN Ne 2
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a IUKIIOIEHTAHTIEPTUAPO(PEeHAHTPEH ¢ GOKOBBIMHU 3a-
MECTUTEJISIMU UTpaeT poJib TMAPOGOOHOTO XBOCTA.
CTepUHBI cOAepKaTCsl B HApY>KHOI MeMOpaHe MUTO-
xoHIpuit, OP 1 masmanemme. MI3BecTHO, 9TO OOOTA-
IIIEHUEe OTIEJIbHBIX YYaCTKOB MeMOpaH CTepUHAMU
HeoOXOAUMO, B YACTHOCTH, OIS CTAOMIM3aLUM aK-
TUBHOI KoHpopMmaLmu Moiekyial HAJI®D H-okcuna-
3bI B 3TUX Y4acTKax.

Cpenu I1JI onHokIteTouHO Bogopociu Dunaliella
salina, obuTalonieil MPeUMYIIECTBEHHO B COJICHBIX
MOpSIX, 0OHapY:KeHO 3HAYUTEIbHOE KOTMIeCTBO (8%
OT OOIIMX JUIIMIAOB IJla3MaTUYeCKoil MeMOpaHbI)
IUALITIMLEPOTPUMETUITOMOCEPUHA, KOJIUYECTBO
KOTOpPOTO Bo3pacTaeT B 1.7 pasa (B OTJIMIME OT APYTHX
I1JI) ipu yBeiTmueHNM 3aCOJIEHUS Cpeabl BhIpalllnBa-
HUS B Ba pa3a [28]. DTo coenuHeHre HaIeHO U B
Bonopociau Chlamydomonas reinhardtii [36, 37]. Kpome
TOTO, B BOIOPOCIISIX OOHAPY:KEH MUAIVIITIIAIICPOTUI-
POKCHUMETWITPUMETWIAJIaHUH. DTU JBa COCIMHEHMS
MIPEICTABISIOT c060if N-MeTHIMpoBaHHBIE TUAPOK-
CHMaMMHOKMCJIOTHI U HAa3bIBAIOTCSI O€TauH JTUTTUAAMU
[38, 39].

IMomumo ITJT u creprHOB, B cOCTaBe BHYTPEHHUX
MeMOpaH MUTOXOHAPUM U B TUJIIAKOUJIHBIX MeMOpa-
Hax BaXHbIMU (DYHKIIMOHAJbHBIMA KOMIIOHEHTAaMU
CJIy>kaT U30TIPEHOUIbI U UX TIPOU3BOIHBIE, B YaCTHO-
CTH KapOTUHOUIBI U X 3¢upsl ¢ KK, yOUXMHOHEI 1
IUIAaCTOXMHOHBI. KapoTuHOUIbI MpPencTaBisiiOT CO-
0oif TeTpaTeplieHbl U SIBISIIOTCSI YIJIEBOAOPOAAMU,
coJiepKallliMU HECKOJIbKO HEHACBHIIIIEHHbBIX CBSI3Ei.
DTa Tpynmna BKIo4YaeT B cedsg 1o 70 MATMEHTOB, CO-
JIep>KallnXcsl B pa3HbIX pacTeHUsIX U rpudax. KapoTu-
HOUIBI OOBIYHO PACCMATPUBAIOT KaK IMPOU3BOIHBIE
JIMKOTIMHA, KOTOPbIii OOHApYXXeH B IJIOJaX TOMaTOB U
JIPYTMX pacTeHUM.

B nipupoIHBIX COEIMHEHUIX YaCTO BCTPEYAIOTCS
MOHO- M AUALWJIbHBIE ITPOU3BOMHBIC aJIKeH-1-MJ10-
BBIX 2(bMpPOB IIMIEPMHA, a TaKXKe alIaJIKUIOBbIC
ahupbl muiepruHa (MOHO- YW IUALMIbHBIE TTPOU3-
BOOHbIC alKWITrauuepuHoB) [17]. B co3peBaromimx
CeMeHaX IMIIEHUIIbI HAIeHbI [NIMKO3WIINTIUIIEPUIbI,
a TakKe JMOJIbHbIE TVIMKOJMUIIMABI, KOTOPBIE IIpe-
CTaBJISIIOT CO0OI alMIbHBIE Ipou3BoaHbIe 1-0-f-D-
TTIOKOITMPAHO3ZMIISTHIICHIINKOIIS [42]. DTuMM Ke
aBTOpaMU B CO3pEBalOILIMX CEMEHaX KyKypy3bl HaiiieH
AHAJIOTWYHBIA KJIacC MUOJBHBIX IJIMKOJMIIMIOB —
arIbHOe TiponsBonHoe 1-O-f-D-ranakronupaHos3u-
JTUAeHKoNg. Tlpeamosnaraercsi, 4yTo B ceMeHax
MIIEHUIIBI COOEPXKATCsI MOHO-, OW- W TpHALWIbHBIC
MIPOM3BOAHBIC TTIMKO3UIA STWICHITIMKONI. [1pn aTOM
MOHOAIMJIbHbIE TTPOU3BOIHbIC 11O BeJTMUMHE R, 6/I1M3KU
K MI'IT', a nu- 1 TpuauujabHbIe HE OTACISIIOTCS OT
cBOOOIHBIX cTeprHOB U JIAI' cooTBeTCTBEeHHO [41].

Hamu oOHapyXueHbl HOBble, HE OTMEUYEHHbIE B
HUX paHee JIMITUIHbIE KOMIIOHEHTHI B 3pEJIbIX CeMe-
Hax cou [62]. Tak, Hapsay ¢ JAT u MAT', o6Hapyxe-
Hbl HEUJIEHTU(PUIMPOBAHHBIE JUIUAbI, OJU3KHE K
9TUM IJIMUEPUIAM 110 R;, HEKOTOpPbIE M3 HUX COXpa-
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HSTIOTCSI M1 IOCJIE OMbUICHUS. BO3MOXKHO, YTO 3TN 30HBI
BKJIIOUAIOT BBICIIME aau(aTUIeCcKUe CHUPTHI U/WIH
O-auankuioBble 3(Upbl TAULIEpUHA, a Takxke 1-O-
MOHOAJKMJIOBBEIE 3(upel rannepuHa [22]. TTomnmo
CITMPTOB U MPOCTHIX 3PUPOB, BO PpaKIMIX MaJlo-
MOJISIPHBIX JTUITAI0B MOTYT COIEPKAaThCs TEPICHBI 1
TOKO(EPOJIbI, KOTOPbIE OBbUIN ITPEAIIOJIOXKMUTEIHHO
UASHTU(ULMPOBAHBI B HE3peJbIX ceMeHax cou [63].
Kpome Toro, B ceMeHaxXx COM MOTYT COIEpPXKAaThCS
a¢upnl KapotnHonaoB n TeprieHoB ¢ KK, a Takke
allMIMPOBaHHbBIE TTTUKO3UIbI STUJICHIJIMKOJISI, KOTO-
pble HaliIeHBI B CEMEHAaX KyKYPY3bl U MIIEHULBI [64].
IMomumo o6eranbIX JAI, B ceMeHax M IIpUCceMsTHHI -
Kax 6epeckiieta (Euonymus 1.) 1 psima opyTux pacre-
Huii comepxarcsa aueTwiJAI (3-auetwmn-1,2-nua-
OWI-SH-TIULEPUHBI). B 3THX onThYecKy aKTUBHBIX
coenuHeHusx nse OH-rpymmmsl ocTarka riuliepuHa
atepudumpoBansl Beiciiumu KK, a omHa — ykeyc-
HoIt Kucnotoii [40].

B pactutenbHbIX O0ObEKTax HalilleHbl TakKXe U
nmpoteoaunuabl. OHU TIPEACTaBISIOT COOOI MHTE-
rpajbHbIe TUAPOGOOHBIC OEIKM 01oMeMOpaH U MO-
T'YT OBITh BbIAEJIEHBI U3 3TUX MEMOPaH TOJIBKO B BUIE
KOMIUIEKCOB C JUIMUAaMu. B pacTUTeIbHbIX OOBEK-
TaxX MPOTEOIUNUIBI OOHAPYKEHBIB CEMeHaX cou [65],
371aK0B [66] u Guizotia abissinica Cass. [67], B coeBOM
Mmaciie [68] 1 B IpoToILIacTax JIMCTbeB ropoxa [69].
PaHee, mociie mpuMeHeHUsI McYepIibIBawolleil dKc-
TPpakKUMU JMIWUIO0B, HAMU MOKa3aHO MPUCYTCTBUE B
3pesIbIX CEMEeHAaX COU 0KO0JI0 20 HEUM3BECTHBIX KOMITO-
HeHToB [1J1 [62].

KUPHOKUCJIOTHBIN COCTAB
JNIINI0OB MEMBPAH

B otimimame ot TAT, monsipHBIE, MW KOHCTUTYIIM-
OHHBbIE, JTUMUIBI PACTUTEIbHBIX TKAHEHW XapaKTepu-
3y10Tcs OoJiee pasHooOpa3HbeIM HabopoM KK 3a cuer
MHOTOYHMCJIEHHBIX MUHOPHBIX KOMIIOHEHTOB U TPO-
JIYKTOB YIUIMHEHMUS LIeTIel KUCITOT. DT OCOOEHHOCTHU
00yCJIOBIMBAIOT OOraTcTBO CTPYKTYPHBIX Moaudu-
Kaluii MeMOpaHHBIX JUIUIOB, CBSI3aHHOE C WX
(GYHKIIMOHAILHBIM MHOTOOOpa3reM.

IMonsapHble TMOKUALI B OCHOBHOM coaepxkat 2KK ¢
14—18 aromamu yrinepona. bonbimmHeTBO 3THX KK
SIBJISIETCSI HEHACBIILIEHHBIMU 1 UMEIOT 1—3 nBOIHbBIE
CBsI3U, KaK MpPaBWIO, HE COMNpPSKEHHBIE. DTU ABOM-
HEBIE CBSI3M BCETIa HAXOMATCS B yuc-KOH(PUTYpauy 1
KpaiiHe penko — B mpaHc-nionoxeHuu. IlocienHue
MMEIOTCSI B mpaHc-TeKCcaaelleH-3-0Boi, 3IauauHO-
BOIl (mpanc-okTaneueH-9-o0Boil), OpaccUIMHOBOMI
(mpanc-noKo3eH-13-0Boi1), 31e0cTeapuHOBOMN (yuc,
mpauc, mpauc-okragekarpueH-9,11,13-osoit) KK, a
Takke B BeICIIUX Ad4-mpanc niu A8-mpanc-aMuHO-
crimpTax cpuHroaunuaoB. Hamu npuHSTH claeayio-
II1e COKpalllcHHbIe 0003HaYeHUSI MHINBUIYAIbHBIX
KK (Ha mnpumepe O-JIMHOJEHOBOM KMCJIOTHI:
18:34%1215 rpe ykazaHo konmuecTBo atoMoB C B Lie-
MM, YMCJIO ABOMHBIX CBsI3€ii 1 HOMEpa aTOMOB, OT KO-



214

TOPBIX OTXOOUT ABOMHAS CBSA3b, CYMTast OT KApOOK-
CWIBHOM IpyImbl (3HaK A). DTy KHUCJIOTY MOXHO 000-
3HAYUTH KakK M3-2KK, MOCKOJBKY MOCIEIHss IBOMHAs
CBSI3b PACIIOJIOXeHa B Hell B monoxenun C-3 ot Me-
twibHOro KoHua JKK. Ananornuno, KK 18:22%12 (ju-
HoJIeBas), a Takxke u 18:34%12 (y-nuHoseHOBast) MO-
I'yT OBITH 0003HaYeHbI KakK W6-2KK.

o-JImHOJIeHOBasl KHCJIOTa MMEET 0co0oe, YHH-
KajibHOE 3HaueHue cpenu apyrux 2KK B xku3HU pac-
TeHuii. HezaBucumo oT reHoTUIIA pacTeHus O-JJUHO-
JleaT Bceraa JOMUHHPYET B JIUMUAAX XJIOPOILIACTOB,
TIIe eTro YPOBEHb B TAJIAKTOIUITUAAX TUIIAKOUIOB MO-
Xer gocturath 95%. Mcxonst U3 3TOro pacCuyuTaHo,
yTOo BO Bceit coBokymHocTH KK, comepxarmuxcs B
JKMBOM BelllecTBe Omocdephl, MO OL-JIMHOJEHOBOM
kucitoThl npesbiaet 90%. I[Mpeobmaganue stoit KK
B XJIOpOITIACTaX, TIe OHA UTpaeT KaK CTPYKTYPHYIO,
TaK ¥ MeTabOJIMIECKYIO POJIb CBSI3aHBI ¢ OCOOEHHO-
ctamu ee crpoenust: CH;CH;CH=CHCH,CH=
CHCH,CH=CH(CH,),COOH.

Ha wmetmibHOM KOHIE IIENMUA O-JIMHOJICHOBOI
KMCJIOThI pacIlojioKeHa He3apspkeHHasl cucTteMa U3
TpEX OBOMHBIX CBS3€H, OTHEIEHHBIX OT METUJIbHOU
rpymibl 3, 6 1 9 atomamu C, cooTBeTCTBeHHO. MHTE-
PECHO, YTO aHAJIOTMYHasl CUCTEeMa JBOMHBIX CBSI3€M
COOEPXKUTCS U B LEIM CTPYKTYPHOIrO aHaJora O-Ju-
HOJIeaTa — TeKCaIEKaTPUEHOBOI KUCIIOTHI (16:34710:13)
KOTOpasi BCTpeYaeTCs TOJbKO B XJIOPOIJIacTax.

3HayeHne OaHHON M-3,6,9-cUCTEMBI ABOMHBIX
CBSI3€M COCTOUT B TOM, YTO OHA CIIOCOOHA IIPUHUMATh
CMpajeBUAHYI0 KOH(pOpMalMio, KOoTopas oOpa3yeT
TECHYIO aCCOLMALIMIO CO CITMPAIbHBIMU LICTISIMU MEM-
OpaHHBIX O€JIKOB IUIACTHAHBIX JIaMeJI OJaromapst
ruapodoOHOMY B3aMMOICHCTBUIO 3TOM CUCTEMBI C
T-OpOUTAISIMU OCTATKOB apOMaTUYECKUX aMUHO-
kucnot. Ilpu mocrpoeHN (OTOCMHTETUYECKIX CYyOhb-
eIHUIL XJIOpOILIacTa HarboJiee TIOTHasl yIlaKoBKa ra-
JIAKTOJIUMUIOB, BKIoUast ykaszaHHble KK, ocyiiecTB-
JISIETCSI HE TOJIBKO C OeJIKaM1, HO U C ITUTMEeHTAMMU U,
rJ1aBHBIM oOpa3oM, ¢ xyopodmuioMm. Ilpum 3TOoM
obecrieynBaeTCs ONTUMAaJIbHASI IPOCTPAHCTBEHHAs
OpHeHTalusl TUIAPOPUIBHEIX (POTOPELIEHTOPHBIX
MOp(UPUHOBBIX CTPYKTYP XJIOPOILIACTa Ha MOBEPX-
HOCTH JIMIIOIIPOTEMHOBHBIX MEMOpaH 1 BO3MOXHOCTh
OBICTPOTrO IIEpeHOCca JIEKTPOHOB B O€3BOAHOI Cpefie
C HU3KOM TMAJIEKTPUUECKOM ITOCTOsTHHOM [70].

B cocraBe nosmHeHachieHHbIX 2KK MOXHO BBI-
JIEeINTh JIBE TPYNNBI 3THUX cCOoeAWHEHWU. B mepBoii
rpyrie OMOCUHTE3 MPOUCXOAUT MO IMyTH oOpa3oBa-
Hust KK ¢ peryisipHbIM MOJ0KEHUEM LuUC-TBOMHBIX
CBsI3ell B YIJIEBOJOPOAHON LIENM C Yy4acTUEM MeM-
OpaHHBIX W6- U W3-aLI-TANUIHBIX AecaTypas, a BO
BTOpPOil — ¢ mocieaymoimuMm obpaszoBaHuem AS5-2KK
MpU ydyacTuu GPOHTAIbHON AS-alni-JIMNUIHOM Je-
catypassl [71]. Hanuuue takux AS-KK, kak Takco-
nenHoBas (18:22%9), spenpunonas (18:22%1"), nmuHone-
HoBad (18:38%12) koHudepoHosas (18:42521215)  ckua-
noHoBas (20:3251L14) " ronudeponosasg (20:4251H1417) i

KYKOB

kucnora 20:22%!! gpnsgercsa oTIMYUTEIbHBIM ITPU3HA-
KOM (DOTOCHMHTE3UPYIOIINX U He (DOTOCUHTE3UPYIO-
IMX TKaHei romoceMeHHbIX (Pinophyta) [72, 73], B
toMm uncie u ceM. CaroBHUKOBEIX (Cycadaceae) [74].
A5-2KK miprcyTCTBYIOT B TATIMIAX CeMSTH ceM. JIfoTn-
koBbIX (Ranunculaceae), TKaHeii MXOB, JUIIAHU-
KOB, Tpu00B 1 MUKpoBoaopocieii [71]. I1lpu aTom co-
nepxanue AS5-KK moxer cocrasisate a0 30% ot
cymmbl KK u 6onee. @ponTanbHass AS-gecatypasa
MPUHUMAET y9acTHe U B 00pa30BaHUM TAKMX BaKHBIX
1 yentoBeka A5-2KK | kak apaxunoHosas (20:4458.1114)
U siiko3arnenraeHoBas (20:5481L1417) “koropele Tak-
JKe XapaKTepHBI IS Haubosiee IPeBHUX B BOJIIOLIM -
OHHOM OTHOIIIEHUM ceMeIcTB pacTteHuit. [Ipu aToM
cuHTe3 20:48581L14 1 2():58581LI417 geymiecTBasieTcs
U3 JTUTOMO-Y-JIMHOAeHOBOM (20:3281114) 1 siikosza-
terpacHOBOI (20:42%!1L1417)  kyc0T COOTBETCTBEHHO
[75]. MoxXHO BUIETh, 4TO M3 TTepedrciieHHBIX AS-2KK
18:4 1 20:4, TakkKe KakK ¥ 3MKOo3areHTacHOBAasI KMCJIO-
Ta (20:5), apnsmiorcsa ®3-2KK; 18:3 u 20:3, Takke Kak
U apaxugoHoBas KucijioTa (20:4), mpeacTasisiioT Co-
6oit w6-KK; 18:2 u 20:2 otHocaTtca Kk ®9-XKK, a
a(deNpUHOBYIO KMCIIOTY MOXHO cuuTaTh 07-2KK.

Panee Hamu 1okazaHo, 4TO HaumOoJiee IIPOYHO
yaep:XuBaeMble JIUIIMOBI MeMOpaH, KakK IIpaBWJIO,
ObIBaIOT oboranieHbl HackleHHBIMU KK 1, B gacT-
HOCTH, MaJIbMUTUHOBOM Kuciotoit (16:0). C yBenau-
YeHMEM ITOJIIPHOCTU B PSIIy OTOENbHBIX (DpakiIuii,
MOJIyYEHHBIX U3 CyMMapHBIX JIUIIMAOB, BO3pacTaeT
conepxanue 16:0 B cymme KK mannoit ppaknuu 76,
77]. YuutbiBasl, 4TO BbIAEJIEHHbIE HAMU BBICOKOIIO-
msapubie Jmnunbl (BITT), mpencraBisione co6oit
“aHHYISIPHBIC JUMWUALI” WJIW JUNUAB MUKPOOKPY-
XeHMs1 (pepMEHTOB, KaK pa3 U SIBJISIOTCS HauboJiee
BaXXHBIMM B COCTaBe MeMOpaH, MOXHO TOBOPUTb O
GU3NOIOrMYeCKOM 3HAYEHUUM 3TOM 3aKOHOMEPHO-
ctu. Kak n3BecTHO, HACHIIIIEHHOCTD ajIn(paTUIeCKIX
octatkoB I1JI onpeneseHHOro Kiacca oopaTHO TIPO-
nopuroHanabHa TeKydectu (fluidity) mocnennux [78].
CrnenoBateabHO, CyIIIECTBOBAaHME OTMEYEHHOM HAMU
00paTHOI KOppesMU YKa3bIBaeT Ha TO, UTO AUALIV-
JITTULIEPUHOBBIE panuKaiabl MmemMOpaHHbix [1JI 3Ha-
yuTelibHO ycTynaoT TAI Tex xke pacTeHUit Mo BeIu-
4yrHe TeKydyecTh. BecbMa BeposiTHO, 4TO B MeMOpa-
Hax BBICIIMX PACTEHUIA U BOOOPOCJIEN coaepKaHue
MajJbMUTUHOBOI KMCJIOTHI HE MOXET CHUXKAThCSI HU-
Xe orpenesieHHOro ypoBHs. [lojlydeHHBIe NaHHBIC
MO3BOJISIIOT 3aKJIIOUMTh, YTO JJI CO3AAaHUST XKUIKO-
KPUCTAJUIMYECKOM CTPYKTYPHI KJIETOYHBIX MeMOpaH
BBICIIINX PaCTEHUI 1 BOOOPOCIIEH TPeOYIOTCS allIb-
HBI€ OCTAaTKU C MEHEEe BEICOKOM TEKYYECThIO, UeM TeE,
KOTOpbIE HEOOXOOUMHEI IJIsT (DepMEHTATUBHOM MOOM -
JIN3aLIMY 3afacHbBIX Macesl MPU BO30OHOBICHUM pOCTa
[76]. N3BecTHO, YTO HACHIIIEHHbBIE JIMITUABI CIIOCO0-
CTBYIOT OOpa30BaHUIO OTHOCUTEJIBHO YITOPSIOYECHHBIX
MEMOpaHHBIX JIOMEHOB, KOTOpbIe M30MpaTEIBHO
BKJTIOUAIOT ONpeneIeHHbIe TUINAE 1 0enku [4]. TTo-
MHMO OOBIYHBIX HachlIeHHBIX KK B pcTeHMSIX MO-
®U3UOJIOTUS PACTEHUN Ne 2
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I'YT BcTpeuaThbes aHajmornuHble 2KK ¢ pa3BeTBiIeHHOI
LIETTbIO; TAK, B JIMITMIAX FOJIOCEMEHHBIX HaliIEHbI TPU
HaceieHHbIe KK ¢ pa3BeTBIEHHOI LIETIbIO — aHTEe-
n30-13:0, anTren3o-15:0 m autenszo-17:0 [72, 74].

BI1JI, cocTosiiye rmaBHbIM 06pa3zom n3 U, OC,
®DI'JI u npoTeoINNUIOB, KaK IIpaBujo, ObLIBalOT 000-
ratieHbl Cy »4-2KK, criocobHbIMU, O1aronapsi cBoeit
JJINHE, BXOAWTH OMHOBPEMEHHO B 00 IOJOBUHBI
oucioss MeMOpaHBI, OOMOJIHUTEIBHO CKPEIUISIS €e
[75]. YcraHoBneHo, uto cuHTe3 2KKOJIL B armuaep-
MUCE UMeeT BaxKHOE 3HAYCHUE IJIsI KOHTPOJISI IIPOJIH-
¢epam KJIIETOK U, TEM CaMbIM, UISI PETYIISILIAA POCTa
pacTeHuii. DTOT KOHTPOJIb MOXKET OCYIIECTBIISITHCS ITy-
TeM BO3ACHCTBUS Ha OMOCHMHTE3 IUTOKUHUHOB B CO-
CYIVCTOM CHCTeMe M M3MEHEHNE aKTUBHOCTH AeJie-
HUS KJIETOK IIPU POCTOBBIX ITpolieccax [79].

B TeueHue mociegHUX OECSTWIETUI ITOKa3aHo,
YTO B PACTUTEIBHBIX TKAHSIX IIMPOKO PaCIIPOCTPAHEHBI
OKCUJIUTIMHBI, KOTOPHIE MPEICTABISIOT COO0M MPOAyK-
Thl IEPEKUCHOTO OKUCJIEHUS allWJIbHBIX OCTaTKOB TU-
¥ TpruHeHachleHHBIX 2KK B OIS pHBIX M HEUTpaJib-
HBIX JIUTIMAAX MOHA OefiCTBMEM peaKTUBHBIX (opM
KHMCI0pOaa WIN JIUTIOKCUTeHA3HBIX pepMeHTOB [80].

Ve ynmoMuHaloch, YTO LIEpeOPO3UIbl COAEpKAT
3HAYUTEJIbHOE KOJIMYECTBO OKCUKUCIIOT; TJIaBHBIM
00pa30M 3TO HACHIIIIEHHbIE Ol-OKCUKUCITOTHI. 0.- OK-
CUKMCJIOTBI 00pPa3yIOT TOMOJIOTUYECKUH psifl C UeT-
HbIM 4yucioM atomMoB C o6meit ¢GopMyabl
CH;(CH,),CH(OH)COOH (n — HedeTHOE 4ucJIO,
ot 7 mo 21) [17]. IIpuMepoM TaKuxX OKCUKHUCIOT MO-
XKeT CIYKUTh 2-oKcuttaibmMutrHOBas (16:0h), a npe-
oGnagaoT cpeau Hux 16:0h, 20:0h u 24:0h [10, 16,
60]. 3nech 6ykBa h o603HavaeT “hydroxy”. B mpoxk-
2Kax U TpaMoTpULIATENIbHBIX OAKTEPUSIX BCTPEUAIOTCS
[B-OKCHMKUCIIOTHI; MPUMEPOM HACHIIIIEHHBIX [3-OKCHU-
KUCJIOT siBJIsieTcsl 3-OKCUMNAJIbMUTUHOBASI KUCJIOTA.
3-OkcukncaoTel D-psina SIBISIFOTCSI TPOMEXKYTOYHBI-
MU npoaykTamu 6uocrHTe3a KK, a 3-OKCUKUCIOTbI
L-psina — MpoMeXyTOUYHBIMU MPOLYKTaMU [3-OKHUCIe-
Husl. K HeHachlllleHHbIM OKCUKHWCIOTaM OTHOCUTCS,
Harpumep, 12-okcuosernHoBasi (PULIMHOJIEBAs1) KUC-
JIoTa, KOTopasi, OlIHaKo, B LIepeOpo3u1ax MpaKTUIECKU
He BCTpedaeTcs, a TaKKe 2-0OKCU-yuUC-TEeTPaKo3eH-15-
oBas (2-okcuHepBoHOBasI; 24h:1) kuciora [17].

Takum oOpa3oM, CBsI3aHHBIE aMUJIHOM CBSI3bIO
KK v KKOJIL moryT moaBepraTbcst MoguduKa-
OUSIM, BapbUpyS 110 InHe 11enr oT 14 no 30 atomoB
C 1 MoryT ObITh TUIPOKCUIUPOBaHbI B C2 110y10XKe-
HUU U IecaTypupOBaHbl B -9 MOJOXEHUU, TIPUBOIS
K BO3HMKHOBEHMIO pa3HOOOpa3HEBIX M30(hopM chpmH-
TroUIuaoB [54].

B cBOOOAHEBIX LIepaMuaax U IIIUKO3UIaX LIepaMu-
JIOB U3 BCEX MCCJIEIOBAHHBIX MUICTOUHUKOB Mpeobia-
JaeT 2-OKCWJINTHOLIEpUHOBAsl KuciaoTa (MM Liepe-
OpoHoBas kuciora; C,,-okcukuciaora win 24h:0); To
K€ OTHOCHUTCS K (PUTOTTUKOIMIIMAAM. YacTo rimKole-
peGpO3UALI U3 JIMCTHEB COAEPKAT MHOTO 2-OKCUIIAJIb-
MUTHHOBO KUCIOTHI (16:0h); B pyTe, a TAKKE B KOPHSIX
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oBca (B IIMKO3WIIEpaMHIaX IIa3MaTUIECKON MeM-
OpaHBbI) HaliIecHO BBICOKOE CoAeprKaHUe 2-OKCHUHED-
BOHOBOIi KMCJIOTHI (CM. Bbile) [18].

B cocraBe KK 11epedpo3mmoB KOpHEN 1 JTUCTHEB
apaounoricuca (Arabidopsis thaliana) HailieHBl Kak
HachleHHbIe C g 5c-2-OKCUKUCIOTBI, TaK U MOHOHE-
HaceleHHble (20h:1, 22h:1, 24h:1 u 26h:1), u maxe
KHCJIOTBI C HEYETHBIM YHCJIOM aTOMOB YIjiepoja
(23h:1u 25h:1). I'maBHbBIE U3 HUX — 2-OKCUHEPBOHO-
Bast kuciota (24h:1; 37—47%), 24h:0, 16h:0, 22h:0,
26h:0 u 26h:1. CymectBeHHo, uto C,; u C;3 MOHOe-
HOBBbI€ 2-OKCUKUCJOTBI OTCYTCTBYIOT B M3Yy4YaeMbIX
oObekTax [18].

B pasnuyHBIX TKaHSIX OOHapyXeHa TeHASHIIUS
KOMOMHUPOBAaHUS NTHOJbHBIX aMUHOCIIMPTOB C KO-
potkolienodeyHbiIMu (C,4.9) OKCUKMCIOTAMM, TOTIa
KaK TPUOJIbHbIE aMUHOCTIUPTHI OOBIYHO COMPOBOXKIIA-
I0TCSI OYEHb JUIMHHOLEMOYeUHbIMU (Cyy.g) OKCUKHUC-
snotamu [18]. MI3BecTHO, YTO TTIMKO3WJILIEPAMUIBI CE-
MSTH OOBIYHO OOOTrallleHbl AMOJIbHBIMUA aMUHOCTIUPTA-
MU U Cy4,, HACHIIIEHHBIMU OKCHUKUCIOTAMU, B TO
BpeMsl KaK B JIMCTbSIX 3TU JIMIIUAbI O0OTallleHbl TPU-
OJIbHBIMU aMUHOCTIUPTAMU 1 HACBIIIIEHHBIMU, OUYE€Hb
JUIMHHBIMU allIbHBIMU LETISIMU (Cyg_56) [32, 81].

OYHKIIMOHUPOBAHUE MEMBPAH
PACTUTEJIBHBIX KIIETOK 1 YHACTHUE
B 5TOM IMPOLUECCE IOJAPHbIX JIUITNIOB

Pa3noo0Opa3ue kKauecTBEHHOIO ¥ BUIOBOTO COCTa-
Ba JIMIIMIOB MeMOpaH HEpa3pbhIBHO CBS3aHO C TOM
MHOTOTI'PaHHOI POJIblO, KOTOPYIO MOCIEeIHNE BBITION -
HSIIOT B opraHax pacteHuii [82]. Kierku Bcex syka-
PUOTUYECKUX OPTAHM3MOB, B TOM YMCJIE U PACTCHUIA,
IMTOMHMO TOTO, YTO CAMU OTpaHUYEHBI MEMOPaHOIA, pa3-
JIeJIeHbI Ha pa3jIdYHbIe 00JIACTH WJIM KOMIIAPTMEHTHI,
TaKkKe OKpYKeHHBbIE MeMOpaHaMM; 3TH O0pa30BaHUS
Ha3bIBAIOTCS opraHeuiaMu. TakuMm obpazom, MeMOpa-
HBI TIPEACTABIISIIOT CO00M OMHY M3 IJIaBHBIX COCTaBIISI-
OIINX, “OCHOBY OCHOB” PaCTUTEILHBIX KJIIETOK — UX
MSTKUI ckeieT. Kpome Toro, iMeHHO Ha MeMOpaHax
MIPOTEKAlOT MHOTHE BaXKHEHIINE MeTadOoIMYecKue
MIPOLIECCHI, TIOCKOJIBKY BTOpasl TJIaBHASI COCTABJISTIO-
11as1 BCEX 3yKapUOTUYECKUX KJIETOK — (PEPMEHTHI —
0oJIblIeit YacThIO 0a3MPYIOTCS HA MeMOpaHax 1 4acTo
HE CIIOCOOHBI BBIIIOJHSTH CBOM (DYHKIIUM BHE ITUX
MeMmOpaH. HakoHell, elie ogHa BaxkHeIasi cocTaB-
JISTIONIAasl PacTUTENILHBIX KJIETOK — (POTOAKTUBHBIE
MMATMEHTHl M peaKIIMOHHbIE LEHTPbI, IMIe 3TU IIUT-
MeHTHI (pyHKUMOHUpPYIOT (hoTocuctemsnl I u II), —
TpeOyeT KeCTKUX YCJIOBUII CTPYKTYpHOII opraHu3a-
LUUUA. OTU PEAKUMOHHBIE LEHTPhl JIOKAIU3OBAHBI,
KaK M3BECTHO, B MeMOpaHaX CTpOMaJibHBIX U Trpa-
HaJIbHBIX TUIaKouaoB [83]. M3BecTHO, YTO TOIIIMHA
Bceil MeMOpaHBI COCTABIISIET 7—8 HM, a COOTBETCTBY-
folllast BeJIMYMHA U151 €€ BHYTPEHHETO TUApo(hOOHOTO
CJIOSI MHOTIA IIPUHUMAETCsl paBHOM JUIIb 3 HM [5].
buomemOpaHbI (B Y4aCTHOCTH, TUIa3MaieMMa), TIOMU-
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MO JIUMUIIOB, OEIKOB, CTEPMHOB BKIIIOYAIOT 3HAYM-
TeJIbHOE KOJIMYECTBO YIJIEBOAOB, OOJIbIIIASI YACTh KO-
TOPBIX, OTHAKO, HE SIBJISIIOTCSI CAMOCTOSITEIIBHOI CO-
cTaBIIsTIONIe OmomMeMOpaH, a BxonsT B cocTaB I'J1 [1,
12, 13].

Kak u3BecTHO, GyHKILIMM MeMOpaH OYeHb pa3HO-
oOpasHbl. 1. bapsepHast. M30upaTeabHast npoHHULIae-
MOCTb OOecrneyrMBaeT OTAeJeHUEe KIETKU U KJIeTOU-
HBbIX KOMIIapTMEHTOB OT OKpYXKalollleil cpenbl u
CHabOXeHMe MX HeoOXOAMMBbIMHU BelllecTBaMU U 3a-
IIUTY OT OIAaCHBIX JJis KJIeTKM BellecTB. 2. TpaHc-
nopTtHasi. [TacCuBHBII M aKTUBHBIN TPAHCIIOPT Yepe3
MeMOpaHbl 00OecIleyrMBaeT MOCTaBKY ITUTATEeJIbHBIX
BEIIECTB, ylajleHUe KOHEUHBIX IMPOAYKTOB OoOMeHa
BEIIIECTB, CEKPELIMIO PA3JIMUHBIX BEILIECTB, CO3AaHUE
WOHHBIX TPAIMEHTOB, MOAIepXKaHUE B KJIETKE ONTHU-
MasibHoro pH M KOHIIEHTpalluM MOHOB, KOTOpbIE
HYXKHBI JJIsI pabOThl KJIETOYHBIX (hepMeHTOB. Tax,
TpaHcnopTHyio ¢yHkuuio I1JI MoxHo HabOmoOmaTsh,
ecliu B HUXHI0 4YacTh U-00pa3Hoit TpyOKM Mome-
CTUTb XJI0po(OpPM, B JIEBOE KOJIEHO — PacTBOP Meye-
HOIi caxapo3bl, a B paBoe KojieHO — Boay. [1pu atom
caxapo3a He JI0JKHa TepexoArTh B IpaBoe KOJEHO.
Ecnu xe B cioii xmopodopma BHocutcst PX, caxapo-
3a OBICTPO pacnpenessieTcsi B 00oux KojieHax [84].
AHaJIOrMYHOE COJIIDOWIM3UpYIOlllee NeicTBrUE OKa-
3biBatoT PJI 1 Ha HEJIMTTUAHBIE KOMITOHEHThI GH1OJIO-
ruyeckux TkaHei. Tak, Mpu KOJMYECTBEHHOU 2KC-
TPaKUMU JUIUIOB U3 CEMSIH COM B 3KCTPAKT MEPEX0-
IUT 10 56% Macchl ceMsIH, TOrIa KaK Ha IOJII0 CaMUX
I1JI B cyxoM ocTaTKe TOJIyYeHHOTO 3KCTpaKTa TMpU-
xXomurcs MeHee 5% [85].

3. Marpuunasg. OOecriedynBaeT ONpencIeHHOE
B3aMMOPACIOJIOXEHNE U OPUEHTALIMIO MEMOPaHHbBIX
0eJIKOB, MX OIITUMAJIbHOE B3auMoelicTBue. 4. Mexa-
Hu4deckast. ObecrieunBaeT aBTOHOMHOCTD KJIE€TKH, €€
BHYTPUKJIETOYHBIX CTPYKTYP, a TAKXKe COeTUHEHNE C
IPYrMMM KJIeTKAMM B TKaHSX. 5. DHepreTudeckas.
I1pu dpoTocuHTE3E B XITOpOIIACTaX M KJISTOYHOM JIbI-
XaHUW B MUTOXOHIPUSIX B UX MeMOpaHax AeiCTBYIOT
CHCTEMHI IIepeHOCa SHEPTUU, B KOTOPHIX Yy4aCTBYIOT
Kak JIMITUIBI, TaK U OeJiku. 6. PenentopHas. Hekoro-
pble OeJIKU, coaepKaliuecss B MeMOpaHe, SIBISIOTCS
pelerTopaMu, Py MOMOIIM KOTOPBIX KJIeTKa BOC-
MMPUHUMAET T VI MHBIC CUTHANBI. 7. DepMeHTAaTUB-
Hast. MeMOpaHHbBIe O€JIK HEPEIKO SIBIISTIOTCS (bep-
MeHTamMu. 8. MapkupoBka kKieTku. Ha memOGpane
MMEIOTCSI aHTUTEHBI, NCUCTBYIOIIME KaK MapKephl,
MO3BOJISIIOLIIME OTTO3HATD KJIETKY. DTO IIIUKOIIPOTEU -
HBI C Pa3BETBJICHHBIMM OJIMTOCAXapUIHBIMU OOKO-
BBIMHU LIETIIMH, UTpatolre poiib “anteHn”. C moMo-
IIbI0 MApKepOB KJIETKM MOTYT pacIio3HaBaTh Jpyrue
KJIeTKA W JIeCTBOBAaTh COTJIACOBAHHO C HUMM, Ha-
npuMep, npu (GopMUPOBAaHUN OPTaHOB M TKAHEM, a
TaK>Ke OMpPENeIsITh Yy>KepOAHbIe aHTUTEeHHI [ 13, 77].

Cuuraetcd, 4YTo OeJIKM OTBeYaloT, B OCHOBHOM, 3a
¢GyHIIMOHMpPOBaHME KJIETOUHBIX MeMOpaH, a I1J1 — 3a
UX CTPYKTYpY. B 1eACTBUTEABHOCTU U JTUTNIUIBI MOTYT

KYKOB

BBITIOJTHSITH B MeMOpaHax pa3HooOpa3HbIe (PYHKITNN.
IIpu paccMOTpeHUM TMEPEYUCICHHBIX (QYHKIIUIA
MeMOpaH MOXHO BUAETh, 4TO ydactue u poib I1J1 B
OIHMX CITy4asix OOJbIIIe, B APYTMX MEHbIIIE, B TPETHUX —
WX poJIb €llle Majlo M3y4yeHa, HO SICHO, YTO BCE 3TU
(GYHKIIMM OCYIIECTBUMBI TOJIBKO IIPW HAJIUYUU U
y4acTUM JIMIUIOB 3TUX MeMOpaH (Tabi. 2). B mo-
cliemHee BpeMsl MpU OIMMCAHUU MaKpPOCTPYKTYPHI,
IWHAMUKA W (PYHKIMOHUPOBAHUS MeMOpaH IIOMI-
TBEPKIAETCSI BaXKHOCTh CHEIMATN3MPOBAHHBIX TO-
MEHOB, TaKMX KaK JIUITUAHbIE TUIOTHI U OEJIKOBO-IJIM-
KOIIPOTEWMHOBBIE KOMIUIEKCHl [4, 86]. JlumumHbIe
TIJTOTHI IEMCTBYIOT KaK Oydephl pn3nmuecKux CBOMCTB
MeMOpaH, MPOTUBOAECHCTBYSI U3MEHEHUSIM B OKpPY-
XKapllel cpede IyTeM KOPpPeKIMHM CBOEro COCTaBa.
I1pu sTOM B XMIOKOI (pase OMCIOS pacIpeaeasTioTCs
JIATIMABI TMOO ¢ OOJbIIIei, TMO0 ¢ MEHBIICH TeMIIe-
paTypoii miaaBjIeHMs, T. €. HaChIIIEHHbIC WIM HeHa-
ChIeHHBIE [87].

[MoHsTHE TUIIMOHBIX IIJIOTOB UMEET KaK IIMPOKOe
pacIpocTpaHeHue, TaK U OOJbIIYI0 IIPOTUBOPEYM-
BOCTb. [ J1aBHOE 3aTpyqHEeHHUE B UCCACAOBAHUN MEM-
OpaHHBIX IJIOTOB CBOAMTCS K OTCYTCTBMIO IIPSIMOTO
MUKPOCKOIMMYECKOTO OOHAPYKEHUS 3THUX 00JIacTei B
HEBO3MYILIEHHOM COCTOSIHUU XXWBOM KJIETKU, a TaK-
XKe B OoIpelesIeHMU UX pa3MEePOB, MPOIOJLKMNTEILHO-
CTH XHW3HM M YAaCTOThl BCTPEUYAEMOCTU B OMCIIOSIX.
HeobxonuMo y4uTbhIBaTh, UTO >KMBBIE MeMOpaHBbI
Ype3BbBIYATHO CJIOXKHBI 1 pa3HOOOpPa3HbBI U MOTYT CO-
JIepKaTh MHOXECTBO Pa3JIMYHBIX TUIIOB MEMOpPaHHBIX
IJIOTOB, KOTOpbIE CIIOCOOHBI CYILIECTBOBATH JIMIIL B
OnpelelIeHHbIX HPOCTPAaHCTBEHHBIX W BPEMEHHBIX
MaciTabax [4].

OTHOCHUTEJILHO PELIENTOPHOI hyHKIMK MeMOpaH
HEOOXOIMMO OTMETUTh, YTO MHOI'ME KOMIIOHEHTHI
TUTa3MaJIeMMBI MIOCJIe BOCIIPUSITUS CUTHAJIOB CIyKaT
MCTOYHUKOM BTOPHYHBIX MECCEHIKEPOB, KOTOPHIE
nepegarT CUTHaI 1o 3cTadeTe U yCUIMBAaIoT ero. Ta-
KAMU BTOPUYHBIMU MECCEHIKEpaMM CIy>KaT NHO-
3ut-1,4,5-tpudochar (UD,), AT, DK 1 mpoayKTh
MEePEKMCHOTO OKUCAeHMS IMnuaoB. Bee atu coenu-
HEHUST 00pa3yIOTCs U3 JTUIMUIOB ILIa3MaleMMBbI B pe-
3y/bTaTe BO3IACHCTBUSI CUTHAJA HAa PeLenTopsl [16,
86, 88].

Hexkotopsie I1J1 saBassroTcs npeninecTBEeHHUKaMU
Y1 yYaCTHMKAMM CHUCTEMBI Ilepeaadyr TopMOHaIbHOTO
curHana. Tak, usBectHa pochaTuININHO3UTHAS CU-
cTeMa BTOPMYHBIX MECCEHIXEpoB, paboTarolmas C
pelerTopaMu, paciiojioXKeHHBIMIA Ha BHEIIHEHN CTO-
poHe miasManeMMbl. [1py cBSI3BIBAHUU C TOPMOHOM
OeJIOK-peLenTop NepenacT CurHai Ha G-6e10k, KOTO-
PBIN CBA3BIBACT U YAESPKUBAET T'yaHO3UHTpudocdar,
pu 3ToM akTuBUpyeTcs 10 10 mosexy docdonumna-
361 C, BXOJSIIEN B COCTaB MEeMOpaHHBIX OeJIKOB. 3a-
TEM MNPOMCXOMUT TUAPOJU3 TyaHO3MHTpUdocharta,
ryaHosuHaudocdara, u ¢ocdar ocBoOOXKIAECTCS.
AxTuBanus dpochonunassl C IpUBOAUT K TUAPOIA3Y
docharunununosutandocdara (PU 4 5)-mudocda-
®U3UOJIOTUI PACTEHUN Ne 2
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Tab6auna 2. I'maBubie kiaccsl [1J1, ygyactBytomue B GyHKIIMOHUPOBAHUM MEMOpPaH pacTUTEJIbHBIX KJIETOK™

Ne | ®ynkumm MmeMOpaH Kiacc nununos Cchlka
1. | bapeepHas I'naBusie @JI u I'J1, 6eTanH-TUNUIBL, [18, 37]
3¢ upkI IJII0KO3bI U caxapo3bl ¢ 2KK
2. | TpaHcropTHas DO, OX, dI', N-ADD u I'll [21, 84]
3. | MarpuyHas AHHYJISIDHBIE JTUITUIbI [76]
4. | MexaHuyeckas DOX, PO, PUuTlJl [7, 15, 16]
5. | OHepretuyeckas

a) B XJIOpoIuIacTax

0) B MUTOXOHIPUSIX 6) A®T
6. | PeuentopHas
DU, OC, DT, PO, OX

Lepeoposunsr, 2KKOILI

7. | ®epMeHTaTUBHAS
8. | MapkupoBKa KJIETKHA

a) MTAT, ATAT, CXAT, ®T

®K, JIAT, ®U, OTJI, JKKOJILI

a) [10, 13, 18, 31, 32]
6) [12, 24]

[16, 17, 19, 31, 33, 59, 85]
[17, 18, 22, 24, 26, 28]
[15, 55, 75]

*TToMUMO yKa3aHHBIX, B pAMKaxX KaxX10i U3 (pyHKIIMIA MeMOpaH y4aCcTBYIOT U MHOTME IpYriue MUHOPHBIE, cocTaBisoliue rpyminy I1J1.

Ta); MMEHHO 3TOT MpoliecC Aaj Ha3BaHUE BCEMY Kac-
KaJy BTOPUUYHBIX MecceHIkepoB. [Ipu aToM B MeM-
OpaHe ocrtaetcd octaToK JIAI', a B tMTOomIasmMy mo-
crynator U®; u aktuBaTop npoTenHkrnHa3bl C [89].
OTU peakluu mpoucxonsT yxe uepe3 10—15 ¢ mocie
TTOJTy4eHMST CUTHAJIA, TOCTUTast MaKcMyMa depe3s 60 c.
N®; moxeT B3aumozeiictBoBarh ¢ Ca’*-kaHamaMu
Ha MeMmOpaHe, W KajbllUii HauMHAeT MOCTYyIaTh B
KIEeTKY [89]. UToObI 36exath n36bTKa Ca’t u aBTO-
JI3a KJIeTKH, TPOMCXOOUT IOIMOJHUTENbHOE (pocdo-
pwiupoBaHue U®D;, a uHosutrerpadocdar yxe He

B3aumozeiicteyeT ¢ Ca’"-kaHajaMu; pyU HEOOXOIU-
MOCTHU U3 HETO MOKET OBITh MTOJydYeHa HOBas MOPLIVS
N ®,. [Tocne nocTiskeHnst Makcumyma D, mostamn-
HO TUIIPOJIU3YETCS 10 MHO3UTA, KOTOPBI BKIIIOYACT-
cs1 B ®U u Tos1bKO B cocTaBe MeMOpaHbl (hochopuin-
pyercs 1o ®U 4 5,-mudocdara n Mcronb3yeTcs enle pas
[13, 86, 90]. Takum 06pa3oM, TIA3MATHYECKAST MEM-
OpaHa SIBJISIETCSI MECTOM He TOJIbKO PELENIM CUTHA-
JIOB, HO ¥ UX yCWIeHUS U AU depeHInpoBaHUS.

Baxneiiimasg (GpyHKIIMS pacTUTSIBHON KIIETKM —
¢doToCHHTE3, B OCYIIECTBICHNN KOTOPOTO MEMOpaHbI
MIPUHUMAIOT aKTUBHOE ydyacTue. DPdeKTUuBHOE IO-
IJIOLIIEHME CBeTa U IIpeoOpa3oBaHUE €ro SHEpruu
XJIOpO(UIIJIOM OCHOBBIBAETCSI HA BBICOKOI CTEIICHU
OpraHmM3alyd BHYTPEHHMX MeMOpaHHBIX CTPYKTYP
XJIOPOILIACTOB, Han0OOJIee BAXKHEIMA MOMEHTAMHU KO-
TOPOIf MOXHO CUMTATh IlepeuncieHHbIe Hike. 1. He-
obxoaumasi opueHTalvsl MUTMEHTOB B MeMOpaHe.
2. Hanuuue cooTBETCTBYIOIIUX CTPYKTYP, B KOTOPBIX
¢OTOBO30OYKIEHHBIII MUTMEHT M XUMHWYECKMU aK-
LIEITOP >KECTKO OPUEHTUPOBAHbI OTHOCUTEJILHO IPYT
npyra. 3. OmnpegeileHHas1 IIOCIEOOBATEILHOCTb U
CTporasi OpMeHTalMs IIEPEeHOCYNKOB 3JIEKTPOHOB U
MPOTOHOB B MeMOpaHe. 4. OpraHu3zoBaHHasl cucTeMa
MeMOpaH B XJIOPOILJIacTax, 00eCIeunBaroIas COIpsi-
JKEeHUe TpaHCIopTa 3J1eKTpoHOB U cuHTe3a AT® [13].

I/ISBCCTHO, 4YTO KJIE€TOYHBLIC MCM6paHLI qacTo
ACUMMCETPUYHBI, TO €CTh CJIOM Ppa3IM4yaroTCd 110 CO-
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cTaBy TUNUAOB. Tak, B HApY>KHOM CJIO€ MOTYT COJIEp-
XaTtbcs npenmyiectBeHHO PX, I'J1, chuHTrOImMIMIbI
u @MU, Tornga kak Bo BHyTpeHHeM — PO, ®C u OU.
BaxxHy10 yacTb MEMOpaH COCTaBJISIIOT MHTErpajibHbIe
OeJIK1, ITPOHU3BLIBAIONINE MX W OTBEYAIOIIMEe 33 UX
pazHooOpa3HbBIe cBoiicTBa. PamoM ¢ aTuMm MeM-
OpaHHBIMU OeJIKAMU HAaXOOATCS aHHYJISIPHBIE JIUTTUAIBI,
KOTOpBIE 0oJiee YIIOpSIOYeHBbI, MEHEe ITONBIKHEL,
MMEIOT B cocTaBe Oosee HachieHHbIe 2KK u BbIme-
JISTIOTCSI U3 MeMOpaH BMecTe ¢ Oenkamu. be3 aHHY-
JIIPHBIX JIMOIUAOB OOJBIIMHCTBO MEeMOpaHHbBIX OeJi-
KOB He (pyHKLMOHUpYIOT [13, 76].

Bce opraHesuibl KJIeTKM MOTYT OBbITb OJHOMEM-
OpaHHBIMH, KaK DP, ammapat I'onbaxu, TM30COMHI,
BaKyoJM U TePOKCHUCOMBI, JIMOO NBYMEMOpaHHBIE,
KakK SiIp0, MUTOXOHJIPUHU U TUIACTUIbI. BHYyTpeHHSs1
MeMOpaHa OOOJIOUKM XJOPOIUIACTOB YYacTBYET B
¢bopMUpOBaHUM BHYTPEHHE MeMOpPaHHOI CUCTEMBbI
9TUX OpraHesul. BHyTpeHHUe MeMOpaHbl (J1aMesbl)
00pa3yioT TUJIAKOUIbl, KOTOPBIE YJIOXEHbI B CTONKHU
WIW TpaHbl (TUJIAKOUABI TpaH) WA TPOHU3BIBAIOT
CTpoMy (MaTpUKC XJIOPOIUIACTOB), COEAUHSISI TPaHbl
MeXIy co0oii (Trinakouabl cTpoMbl). COOTBETCTBEH-
HO, oOpa3ymllye uX MeMOpaHbl Ha3bIBalOT MeMOpa-
HaMU (JlTaMeJUIaMHK) TpaH, 100 CTPOMBI. THIaKoMIbI
rpaH MOTYT ObITh IPOHU3aHbI OMHOU WMJIM HECKOJIb-
KUMU TUJIAKOUIAMU CTPOMBI.

XUMHUYECKUI aHaIU3 BHYTPEHHUX MeMOpaH XJ10-
pOILIACTOB IIOKAa3bIBAeT, YTO COOTHOIIEHUE TUITUI0B
1 OE€JIKOB 10 Macce 01M3Ko K 1 : 1, a X MOJISIpHOE CO-
oTtHouueHue coctasisieT 500 : 1; K aunugam 31aech
MIPUYKMCICHBl XJIOPO(GWILIBI, KAPOTUHOUIBI M ILjIa-
CTO- U (PMJUIOXMHOHBI, KOTOPHIE COCTABJISIIOT OKOJIO
65% nmunuaoB MeMOpaH xjaoporuiactoB. Kpome Toro,
B MeMOpaHaxX XJIOPOIUIACTOB COHEPKUTCSI MHOTO
O.-TOKO(eposia, KOTOPHI ITOBBIIIAET WX YCTONYM-
BOCTb K CBOOOJHOpaIuKaIbHBIM npoueccam. Ctepu-
HEI IIPUIAI0T MEMOpaHaM XeCTKOCThb, 3aHUMasl CBO-
0O0JIHOE MPOCTPAHCTBO MEXKIY TMAPOPOOHBIMU XBO-
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CTaMM JIMIINAOB U yIIopAa0o4nBasdad UX paCIIOJIOKCHUEC
[13, 47].

OCo0eHHOCThIO MEMOpaH XJIOPOILJIACTOB SIBJISIETCS
BBICOKOE cofepxkaHue B Hux ['JI, B oTiimuvie oT Apyrux
MeMOpaH KJIeTKU, rae npeodiagaot DJI. B memGpanax
TriiakonnoB xjoporuiactoB I'JI cocraBnsttor 75% Bcex
JunuaoB MemMopaH. OCHOBHBIMU MpPEACTABUTEISIMU
®JI B MemGpaHax xstoporuiactoB sBistiorest OI' (11%
OT 001Iero comepXaHus B HUX TUITUAOB). B @I atnx
MeMOpaH BxoguT crienuduuyHasa misg Hux KK —
mpanc-3-rexcaneueronas (16:3271913)  Ee npucyr-
CTBUE HEOOXOAUMO IJIsI COOPKM CBETOCOOMPAIOIINX
KOMIIIEKCOB XJjioporactosB [70].

Oco06oro BHMMAaHUS 3aCIy:KMBAlOT MEMOpaHBI
OP, MOCKOJIBKY OHU HE TOJIBKO caMu cocTosT u3 I1J1,
HO U SIBJISIFOTCSI MECTOM cMHTe3a Kak I1JI, Tak 1 Bxo-
msmmx B Hux KK. Kak m mmpoume opranemnsr, OP
“MeeT TIOJIOCTh, KOTOpasl OTAe/eHa OT IUTO30JIs
JIMIITH OMMHAPHOM MeMOpaHOIi; 3Ta IOJI0CTh 3aHUMa-
eT He MeHee 10% ot o61ero oobeMa KiieTku. MeM-
OpaHa DP nMeeT MHOTOUHMCJICHHbIE CKTaAKU U U3TU-
OBI 1 00Opa3yeT HEMPEPBIBHYIO ITOBEPXHOCTh, OTPaHM-
YMBAIOIIYIO €IWHOE BHYTPEHHEe IIPOCTPAHCTBO,
KOTOpOE U sIBJIsIeTCS MoyiocThio DP. Takum obpaszom,
OP mpencraBisieT co0Oil HEMPEPBIBHYIO CETh Ka-
HaJIblIEB, KOTOpBIE COCTOSIT M3 IUIACTMHYATBIX U
TPpyOYaTBIX LIMCTEPH, IPOHU3BLIBAIOT BCIO LIUTOILIA3-
MY M COCAUHSIIOTCS C siAepHOi oboioukoii. Ha MmeM-
OpaHBI 3TUX KaHaJbIIEB IPUXOANTCST OOJIee TTOJTOBH-
HbI OOIIIETO KOJIMYECTBA BceX MeMOpaH KjeTku [13].
CrnemyeT OTMETUTb, YTO HpU (PpaKIMOHUPOBAHUU
OpraHeJul pa3pylIeHHBIX KJIETOK C ITOMOIIbIO II€H-
TpudyrupoBaHus GparMeHTsl DP oOHapyXuBaroTCs
B MUKPOCOMAJIbHOI (pbpaKIivm.

OP xapakTepusyeTcs MpakKTUUYeCKu HEMOABUXK-
HbIM, GUKCUPOBAHHBIM PACIIOJIOXEHUEM CIIUpaJie-
00pa3HbIX yYaCTKOB CETU U KaHAIBIIEB CO CJACTIBIMU
okoHuYaHusIMU. MUcxoaHOIi cTpyKTypoil DP sBisiioT-
cs TpybuaTble KaHallblibl, XapaKTepHbIE sl T1al-
koro OP. [llepoxoBaTeiit OP oTjinyaeTcs OT riaaako-
ro HaJIMUYMeM 3aKpenjeHHbIX Ha ero MeMOpaHax pu-
oocoM. OmHa M3 OCHOBHBIX (DyHKIMIT MeMOpaH
riagkoro 9P — cMHTe3 MOJIEKYJI JIMTTUIO0B, TTO3TOMY
OHU oborallleHbl pa3MYHbIMU PepMeHTaMU OMO-
CUHTEe3a KaK TJIMLEPOJUNUAOB, TaK U APYTUX OJIU3-
KUX K HUM coeamHeHui [13].

HanbHeiiliee MOHUMaHUE OUOXUMUYECKMX (U
onodu3ndecKnx, B ciiydae (GOTOCHMHTE3a) IpoLecC-
COB, MPOUCXOASIIUX B PACTUTEIBbHON KIIETKE, 3a-
TPYIHEHO 6e3 U3ydeHusl (pU3NIEeCKOTO U XMMUIECKO-
IO COCTOSIHUSI MeMOpaH 1, YTO OYEeHb BaXXHO, CTPOE-
HHUS MeMOpaH Ha MOJEKYJSIPHOM ypoBHe. BaxHo
CTPOUTH U U3YYaTh TPEXMEPHBIC MONIEJIN KaxKI0M OT-
JIEIbHOM MeMOpaHbI C Y4€TOM MOJISIPHOTO COJepXKa-
HHUS B Hel Kaxnoro u3 kiraccoB I1JI, a Takke Bcex
CTePUHOB, KaXIIOr0 U3 OEJIKOB U BCEX OCTAJIbHBIX CO-
eIMHEeHNI, KOHTAaKTUPYIOIINX ¢ MeMOpaHOi B JTaH-
HBIIT MOMEHT. ITpnBOANMEBIT MHOTMMH aBTOPaMHU CO-
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ctaB I1JI B oTnembHBIX MEMOpaHax, Kak IMPaBUJIO, TIO-
YTU HE IIPUBJIEKACTCS IS IIPOIOJDKSHUS U3YYSHUS
CTpOeHUSI U (PYHKLUMOHUPOBAHUS 3TOIl MeMOpaHBbI.
J1s1 IpeomoieHNsT TEXHUYECKUX M KOHIENTyaIbHBIX
0apbepoB, C KOTOPLIMU CTaJIKMBAaeTCs majbHeiiliee
U3y4EeHUE CTPOCHUSI OMOJIOTMYECKUX MeMOpaH, He-
00XO0IMM MEXIUCLUIUIMHAPHBIN MOIX0I, MPearnoia-
ralolInii COBMECTHYIO pabOTy OMOXUMUKOB, (DU3XM1-
MMKOB, MaTEeMaTUMKOB M CIECLMAJIUCTOB B 00JIACTU
KOMITBIOTEpHBIX TexHoJoruit [5]. B HacTosmiee Bpe-
MsI BO3MOXHOCTH KOMITBIOTEPHOI 1 BHIYUCIUTEIIb-
HOM TEXHUKU II03BOJISIT, BEPOSITHO, CTPOUTH IIPO-
CTPAaHCTBEHHBIE, TPEXMEPHBIE MO MeMOpaH, U C
Y4ETOM JIOCTKEHMN (PU3NIECKOM XUMUU U CTEPEO-
XVMMU U3ydaTh JIUITHI-0EJIKOBbIC B3aMOICIICTBYSI,
KOHTaKThl CTEPUHOB C OKPYKAIOIIUMU WX JIUIUIAMU
U OPYTUMM COENUHEHHUSIMU, B3aMMOIEKCTBUE (ep-
MEHTOB C MX JIUIIMAHBIM MUKPOOKPYKEHUEM, TIJIOT-
HYIO YITAaKOBKY XJIOpOohMIa U ApYruX MophUprHOB B
JIMIUIHBIX OMCIosSX. MeToabl KOMITBIOTEPHOTO MO-
JIEIMPOBAHUS YK€ YCIEITHO IIPUMEHSIIOTCS TIPU U3Y-
yeHUU MeMmOpaH Sulfolobus acidocaldarius, coctosi-
LIMX KaK U3 I1-, TaK 1 TeTpaspupHbix OJI [91].

OueBUIHO, YTO POJIb MEMOPAHHBIX JIMIIUIOB IIpU
BBITTOJJTHEHUU MeMOpaHaMU TepedyuclieHHbIX (DyHK-
LU JOCTAaTOYHO BeJruKa. MOXHO MpeaCTaBUTh, Ha-
CKOJIbKO IIPOABHMHETCS BIEpen IIO3HAHME BCEX ITUX
IIPOLIECCOB, Korma OyayT ITOCTPOCHBI TpPEeXMEpHEIC
CTepeOXUMHUYECKHUE U (PUBUKO-XUMUYECKUE MOJIE]IU
BCEX XapaKTePHBIX MEMOPaH WX UX OIIPEICITIONINX
y4acTKOB. /OIIOIHUTENbHBIE TPYIHOCTU B MOIEIIN-
POBaHUM YYaCTKOB OMCJIOS CO3AaeT OTCYTCTBUE AU~
HOM KOHLENLUMU B OIpeaeJeHUN OOIIero CUJIOBOTO
BJIEKTPUYECKOIrO II0JISI, KOTOPBI 0Opa3yeTcss CyM-
Mol 3apstkeHHBIX 11 [46]. JIunmmmHbrii 6ucaoit MeM-
OpaH MOXKET OBITH CBSI3aH C CONMYTCTBYIOLIUMM Oe-
KaMM TpeMsI pas3iIMYHBIMUA crnocobamu. MHTerpaib-
Hble O€JIKM pacIioJioXeHbl HEIMOCPEICTBEHHO B
oucioe, Torma Kak rnepudepuitHbIe acCCOIMNPOBAHBI
0O ¢ MHTErpajJbHBIMMU OeJIKaMu, 0O ¢ OMCIoeM
3a CYET BOAOPOIHBIX CBSI3EH, CTAOBIX 3JIEKTPOCTATH-
YeCKUX B3aMMOAEUCTBUIA, IMOO MOHHBIX CBs3eit [92].
B otnmume ot ocTalbHBIX, MHTErpajbHbIE OCIKKN HE
pacTBOPMMEI B BOJIE€ M He MOTYT OBITh yaaJeHBI U3
MeMOpaHBbl 0e3 ee pa3pylieHHUsI, MOCKOJbKY YacTh
3TOro 0eJIKa BCTpoeHa B THIPOGOOHYIO YaCTh OMCIIOs
MeMOpaHbl. HakoHel, pojib MEMOPAHHOTO yIepXKU-
Baro1iero ¢akropa (“sskopsi”) MOTYT BBITTOJIHSITH KO-
BaJICHTHO CBSI3aHHBIE C OCJIKOM OCTaTKM HAaCBIIIECH-
HbIX KK 14:0 1 16:0, HeKOTOpbIe M30MPEHONIBI WIIN
®DU. benku, koBajieHTHO cBsidaHHbIe ¢ KK, 1oKanm-
30BaHbl B OCHOBHOM Ha BHYTPEHHEHI HOBEPXHOCTU
Iuta3Matudeckoit Mmemopanbsl. Kucnora 14:0 mpuco-
enuHsieTcs: K N-KOHILIeBOM (TepMUHAIBbHOI) TpyIime
JIMIHA ¢ oOpa3oBaHMeM aMuaHOI cBsa3u [93]. Kuc-
nota 16:0 o6pasyeT THOI(DUPHYIO CBI3b C LIMCTEMHAMU
B C-KOHIIE MOJUIIENITUIHON LEeNU WIX CIOXKHO3(DUP-
HYIO CBSI3b C OCTaTKaMM CeprHa U TpeoHMWHa [2, 15].
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I'dU -3asgkopeHnble 6eaku [59, 94] mpucoeanHs -
IOTCSI K BHEIIHEN (3KCTpale/UIIONSIPHONI) CTOpPOHE
MEMOpaHbI CIEAYIOIUM 00pa3oM: TJIUIEpUH — P —
WHO3UT — IIIOKO3aMMH — (MaHHO3a + TrajakTro3a) —
MaHHO3a — MaHHo3a — P — aTaHonmaMuH — OeoK.
IMpucoenuHeHre 6€IKOB K JUMMMIAM MEMOpaH OCy-
MIECTBIISIETCS TAKXKE C MOMOIIBIO TIPEABAPUTEITBHOTO
MPEHWINPOBAHUS 3TUX OEJIKOB, KOTOPOE BKJIIOYAET B
ce0s1 mpUcCoeIMHEHNe K HUM TaKuX THIPOPOOHBIX
MOJIEKY, KaK IIPeHWIbHbIE TPyINbI (3-MeTUIOyT-2-
eH-1-mi1), 9TO 0obJIeryaeT JajibHelIIee prucoeIuHe -
HUE UX K JIUITUAHBEIM MeMOpaHaM, aHAJIOTUYHO SIKOP-
HbIM OenkaMm. [Ipyu mpeHWIMpPOBAaHUM MIPOUCXOIUT
npucoenuHeHue a1uoo dapHesuna (C,s), 11bo ocrat-
ka repanuiarepanuia (C,,), BCTpPOEHHBIX B OMCIION, K
C-TepMHuHaJly HUCTEMHA OeJIKa-MUIIEHH C ITOMO-
meio dapHe3mITpaHcdepa3bl M TepaHUITESPaHWII-
TpaHcdepassl [95-97].

O MEXAHUW3MAX PETYJIMPOBAHHWA
CTPYKTYPBlI MEMBPAH

IMommmopdnbie rrepexonsl teneii KK ron neiicteu-
€M TeMIlepaTyphl (TepMOTpodHbIT Me3oMOp(pU3M) U
MPOLECCHl TUAPATALAY MOJIIPHBIX PaIuKaioB (JIMO-
TPONHBINA Me30MOp(dU3M) CIIYKaT TeMU pblyaramu, C
IMIOMOIIIBIO KOTOPBIX KJIETKAa MOXKET PeryJInpoBaTh
CTPYKTYypy MeMOpaH. CyllleCTBYIOT pa3Hble TUHAMU-
YeCKUe XapaKTepPUCTUKU JIMIIUIHOTO OMCIIOs, TaKue
Kak JlaTepajibHas 1ugy3ust MOJIEKYI, MOJIEKYJISIp-
Hasl NOABUXXHOCTb, BpameHue neneid KK u op. s
XapaKTePUCTUKU CTEIIEHU HEYIOPSIOUYeHHOCTU WU
MOJICKY/ISIPHOM TOABMXKHOCTH BHYTPEHHE 4YacTu
JIMIIUIHOTO OHCI0S MCIOJb3YeTCSI TEPMHH “‘TEeKy-
yecTh” MeMOpaH (fluidity), T.e. cmOCOOHOCTh JIUIIH-
OB (a TakXke M OeJKOB) K jJaTepalibHou nuddy3uu.
CKOpOCTh mepeMelIeHUsT MOJIEKYJT IIpU 3TOM 3aBU-
CUT OT MUKPOBSI3KOCTU MeMOpaH, KOTopasi, B CBOIO
ouepenb, OINpeAeisieTCss OTHOCUTEIBHBIM CcoIepKa-
HUEM HaCBIIIeHHBIX 1 HeHachimeHHbIx 2KK B cocra-
Be JIMMNUIOB. TekydecTh MeMOpaH OoJbIlle, €Cliu B
cocTaBe JIMIIUMAOB MpeobaagaloT HEHACHIIEHHbIe
KK u MeHbIlIe TPy BBICOKOM COACPKAHUM HACHI-
IIEHHBIX KMCJIOT.

Hacroiennbie 2KK o6pa3yroT B MeMOpaHe yJacT-
KU C TUIOTHOM YITAaKOBKOM U PETYJISIPHOU CTPYKTYPOH.
B yyacTkax ¢ HeHaCBHIIIIEeHHBIMU KMCJIOTaMU IUIOTHAsI
yIlaKOBKa HapyllIaeTcsl U3rudaMu yrjieBOAOPOIHON
LEMY, BOZHMKAIOIIMMU 3a CYET IBOMHBIX CBSI3Eil B
yuc-KOHGpUrypalu, 4YTO MPEMSATCTBYIOT CIUILIKOM
TUIOTHOM YMaKOBKE MOJIEKYJ B JIMITUIHOM OMCIIOE,
BeIET K pa3phIXJICHUIO U YBEIMYCHUIO TEKYIECTH I10-
ciegHero. Ha TexydecTb MeMOpaH Tak:Ke BIIMSIOT
pa3Mephl yriieBogopoaHbix xBocToB KK, ¢ yBeamueHU-
€M JJIMHBI KOTOPEIX MeMOpaHa CTAaHOBUTCS 0oJIee TEKY-
yeit [24]. B aToM ciyyae, HampuMmep, MUPHUCTUHOBAST
KUCJIOTa MOXET YMEHbIIaTh TeKy4ecTb MEMOpaH U 3a
CYET TOrO, YTO OHA HACHIIIIEHHAs, 1 32 CYET CBOEH KO-
poTKoi1 ier. YI3BeCTHO, YTO IMPU CHIDKEHUM TeMIIepa-
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TYpbI OKPYKAIOIIei cpebl TEKy4eCTh MeEMOpaH CHIKA-
ercsl. B Hacrosiiiee BpeMst TeKydecTb MEMOpaH MOXET
ObITH OLICHEHA PA3IMYHBIMUA (PU3NIECCKIMU METOIAMU:
U3MEPEHUEM aHMU30TPOINU TTONSpr3anu  (Ioopec-
LIEHIUU TUDEHUITEKCATPUEHOB, BHEAPSIEMBIX B MEM-
OpaHbI, ¢ TTOMOIIBIO 3JIEKTPOHHOIO MapaMarHUTHOTO
pe3oHaHca M MH(paKpacHoii ciekTpockonnu Myphe.

B mocnenxHem MeTome Gosiee BHICOKME 3HAYCHMUS
yactoT Kojebanuii rpynn CH, coorBeTcTBytoT Gosee
HeyrnopsimoyeHHbIM cTpyKTypaM KK-1iereii unumos
MeMOpaH U, CJIeI0BaTeIbHO, 00JIbIIei TeKydecT. CIro-
COOOM YCTAaHOBJIEHUS TEKYYECTH MEeMOpaH SIBJISIETCS
u I'XKX-ananus KK-coctaBa aTux MeMOpaH ¢ IocJie-
JIYIOLIVM OIIpeAe/ICHEM COOTHOIIIEHUST HACHIIIIEHHBIX
n HeHachwIeHHBIX 2KK. B 3ToM citydae, BeposiTHO, He
OynyT oOHApYXXEHBI pPa3Inuusl, BBI3BAaHHBIE OBICTPBIM
M3MEHEHHEM TeMIIepaTypbl pocTa OO TeMIepaTyp
HU3KOTEeMIIEpaTypHOro 1M TEIUIOBOTO IIIOKA; IJISI Ha-
xoxneHus pasnmuuuit B ZKK-coctaBe morpedyercs
0oJjiee IIMTEIbHOE BpeMsl, HEOOXOIMMOE IIJIsI CUHTE-
3a U BKJIIOYEHMSI B MEMOpPaHy HOBBIX KHCIIOT.

OT COOTHOIIIEHUSI HEHACBIILIEHHBIX U HACHIIIEH-
HbiX KK B I1JI, cocTtaBasiomnx MmeMOpaHy, 3aBUCUT
ee TeKydecThb. CUnuTaeTcs, 4To y paCTeHUI, BhIpaI-
BaeMbIX IIPU HU3KMUX TeMIlepaTypax, CTeIIeHb HeHa-
coiieHHoCcTH KK B cocTaBe MeMOpaH pacTeT JJIsl TO-
ro, 4To0bl KOMIICHCMPOBATh CHIDKEHHE TEKY4eCTH,
BBI3bIBAEMOE OXJIAXKICHUEM.

YcTaHOBICHO, YTO MPU CHUKEHUU TeMIIEpaTyphbl
IIPOUCXOAUT YMEHbBIIEHNE TEKy4eCTU MeMOpaH, KO-
TOpOE BOCHPUHMMAETCS CEHCOPOM — MeMOpaHHOI
ructuauHkHazo Hik 33. Dra kmHa3za mnepemaer
CUTHaJl PEryJIsSITOPHBIM MOJIEKYyJIaM, KOTOpbIE B3au-
MOJIEICTBYIOT C IIPOMOTOPAMU T€HOB U BBI3BIBAIOT UX
WHOYKUMIO. B pesynbrate CMHTE3UPYIOTCS AecaTypa-
361 KK, ocyliecTBisieTcs Jecarypanus, U TeKy4eCTh
MeMOpaH BOCCTAHABIMBAETCSI OO ONTUMAILHOTO
YPOBHS, (PU3NOJOTUUECKH SKBUBAJICHTHOTO YPOBHIO
TEKy4eCTH IIpU HOpMaJIbHOII TeMIiepaTtype [98].

B ombiTax Mo u3ydyeHU0 MeMOpaH UX TEKydecTb
MOXHO U3MEHUTh U 0€3 CHIDKSHUST TeMIlepaTyphl, C
IMMOMOIIIbIO METO/Ia KaTaJIMTUYECKOrOo TUAPUPOBAHUS
KK MeMOpaHHBIX TUMTUIOB (MJ1a3MaieMMBbl KJIETOK)
C MCIOJIb30BaHMEM IUIATUHO-TIAJIJIaANEeBOrO KaTaal-
3aTopa, KOTOPhIii IT03BOJISIET KOHTPOJIMPOBATh HACHI-
meHue aBoHbIX cBsi3eil B Hensax KK [96]. Takoe
TUIPUPOBAHME OCYIIECTBIISLUIOCH B TeUeHHE KPATKOTO
BpeMeHU (1—4 MMH) 1 KOHTPOJIUPOBAIOCH MO HAJIU-
Y10 (POTOCUHTETUYECKO aKTUBHOCTH KJIETOK (CKO-
POCTH BBIIEJICHUS KMCIOPOAa).

Perymsinusa ¢usnyeckux CBOMCTB MeMOpaH IJist
TeMIepaTypHOi KOMIIEHCAllMd MOXET 3aBUCETb OT
pacnipenenenus KK B mosjoxeHusix sn-1 u sn-2 B
pa3IMUYHBIX MOJEKYISIPHBIX (opMax HEKOTOPHIX
dochormuuepunos [24]. Tak, B coctaB Tpudochou-
HO3BUTUIOB IO TIEPBOMY TOJOXEHUIO TAMLIepUHA
BXOISIT B OCHOBHOM allWJIbHBIE OCTATKW HACBIIIEH-
HbIX (Cg u C3) KK. Hanuuue B MeMOpaHax cTepu-
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HOB yYMeHbIIIaeT nmoaBrkHocTh KK, cHmXkaeT narte-
panbHyI0 IUMGY3UI0 TUITUIOB U OSJIKOB, U ITO3TOMY
TaKXKe MOXET BIUSTH HA (DYHKIINIO MEMOpPaHHBIX O€T-
KOB. MOIeKyJIbI CTEPUHOB COCTOSIT M3 XKECTKOTO T/~
podoOHOro simpa U TMOKOI YyIiIeBOOZOPOIHOM 1IeTIH, a
MOJISIPHOM TOJIOBKOM SIBJISIETCS €OWHCTBEHHAs TU-
POKCWJIBHAS TPYIINa, KOTOPast KOHTAaKTUPYET C TUAPO-
(unbHBIMU ToOBKamMu apyrux ITJI. Dty Monexysibi
pacriojiararoTcsl B TUIUIHOM CJIO€ MeMOpaHEI Iapajl-
JieJibHO aiudaTnueckumM uensim mosiekyn T [24].

He cnenyer 3a0pIBaTh 0 TpaHCMEMOpaHHOM (MO-
nepeyHoit) acumMeTpum, Koraa I1JI ¢ 6ojiee oobeM-
HBbIMU TIOJISIPHBIMM TOJOBKAMM CTPEMSITCSI HaXo-
JIUTHCS B HAPY>KHOM MOHOCJIOE, TaK KaK TaM OoJIbllIe
TJIOIIAAb TTOBEPXHOCTH, TIPUXOASIIASICS HA OIHY TO-
JIsipHYy10 rojioBKy. Tak, ®X 1 mMKOChUHTOIUTTUIBI JIO-
KaJIM30BaHbI TIPEMMYIIIECTBEHHO B Hapy>KHOM cJjloe, a
®dBO u ®C, B ocHOBHOM, BO BHyTpeHHeM. Crieniudu-
yeckuMm @DJI BHyTpeHHell MeMOpaHbl MUTOXOHIPUIA
SIBJISIETCS] KAPAMOJIMIIMH; OH CUHTE3UpyeTcs (hepMeH-
TaMM BHYTPEHHEW MeMOpaHbl MUTOXOHIPUIA M CO-
craBisieT 60see 20% ot Bcex DJI aToit MeMOpaHHI [8].
M3BecTHO, YTO JIMIUIBI B HEKOTOPHIX MEMOpaHaxX MoO-
I'yT MUTPUPOBATH C OMHOM CTOPOHBI MEMOpPaHBI Ha IpY-
I'y1o, T.€. coBepiatoT “daun-gon” nepeckoku. Takoe
repeMelieHue JUMMIHBIX MOJIEKYJ 3aTPYAHSIIOT UX MO~
JIIpHBIE TOJIOBKU, ToaToMy IlJI, Haxonsimuecs Ha
BHYTpEeHHe#l CTOpOHE MeMOpaHbl, UMEIOT B 9TOM OT-
HOIIIEHUW TNPEUMYIIECTBO U UMEIOT OTHOCUTEJbHO
BBICOKYIO CKOPOCTh TpaHCMEMOpPaHHOI MUTpaLIUH.

ITomumo ydactusi B hOpMUPOBAHUM JIUITUIHOTO
ouciost, ®JI u I'J1 BHIITONHSIOT psif IPYTUX BaXKHBIX
dyakumit. JInmmasl popMUpyIOT cpeny 11 GyHKIIN-
OHUPOBaHUSI MEMOpPaHHBIX OEJIKOB, MPUHUMAIOIIUX
B HEil HaTMBHYIO KOH(OpMaLIMIO. YXe rOBOPUIOChH,
YTO BBIACIIEHHBIC U3 MeMOpaH (epMEHTHI, JINIICH-
HbI€ JIMIUAHOTO OKPYXeHUSI (aHHYJSIPHBIX JIUIIU-
JIOB), KaK IMPaBUJIO, HE TIPOSIBIISIIOT KaTaTUTUIECKOM
akTuBHOCTU. C Ipyroii CTOPOHBI, ECTh JaHHBIE, YTO
0eJIKM, Jaxke Mocjie MHOTOYacOBOTO BhIAEPXKUBAHUS
nx npu 72°C, criocoOHHI 1Tociie KoHTakTa ux ¢ ®J1
BOCCTaHaBJIMWBaTh CBOIO OWOJIOTMYECKYIO aAKTUB-
HocTh [99]. B peryiupoBaHUM BHYTPUKJIETOUHOTO
TpaHCTIOpTa IIUPOKOIo CHEKTpa MOJEKYJd WIparoT
BaXKHYIO POJIb pa3jinuHble MOAU(UKAITUY OEJIKOB JIU-
MUAaMU1 WX POJCTBEHHBIMU UM TTPOU3BOIHBIMM.

B HacTostiniee BpeMsi MOJIEKYISIPHBIM MeXaHU3M
TpaHCJIOKAllUM OEJIKOB uepe3 MeMOpaHBI OCTaeTCs
HEIOCTaTOYHO M3y4YeHHBIM. JI0 CHX ITOp HEIOHST-
HO, TIPOXOAUT JIM OeJIOK Yepe3 3arojJHeHHbIe BOIOM
opel B MeMOpaHe WM IPOHUKAET depe3 caM JIn-
MUIHBIN Ouciioii. BoaMoxHO, 6e1KKn (0COOEHHO 3a-
PSDKEHHBIE MOJOXKUTEbHO) MPOXOIST Yepe3 BHYT-
peHHIO, THAPO(GOOHYI0 YacTh MeMOpaHbl BHYTPU
“BBIBEpHYTHIX” JIMIIOCOM, Y KOTOPBIX HapYKHBIA
cJIioii oOpaszoBaH ruapodooHbIMU XxBocTamu KK, a
MOJISIpPHEIE TOJIOBKM HAaXOISITCSI BHYTPU U OXBaThIBa-
0T MoJjieKyny Oenka [79]. Takas nurmocoma MoOXKET
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¢dhopMHUPOBATHCS IIPU IJTCKTPOCTATUICCKOM B3aMO-
JNIEACTBMM MOJIEKYJbl OejiKa C OTpMLIATEIbHO 3apsi-
XeHHBIMU KucabiMu PJI Hapy>KHOTro cjioss MeMOpa-
HBI, y9aCTOK BHEIITHETO CJIOSI MEMOpPaHBI IIPU 3TOM
OTPBIBAETCSI, OXBAThIBACT OEJIOK, M 0Opa30BaBIIASICS
JIMIIOCOMaA ITIPEOAO0JIeBAeT OCTABIIYIOCS YacCTh ITyTH.
I[Ipu 3TOM 0OCOOEHHO BeIMKa POJIb TAKOTO OTpHUIIA-
TeJIbHO 3apstkeHHoro ¢ocdomunuaa, kak DI, ko-
TOPBIi, B OTJIMUUE OT OCTalIbHBIX KUCbIX [1JI (PU,
DI, ®C u CXTI'), nMeeT He OOHY, KaK OOBIYHO, a
JIBE€ KMCJIOTHBIE I'PYIIITHI.

IMToxazano, yto npucyrcteue JPI B cocTaBe uc-
KYCCTBEHHBIX JIMIIOCOM MPUBOIUT K 8-KpaTHOMY
YBEJIMUECHUIO BKITIOUEHMSI 6eJIKa pUOOHYKIIea3hbl B 3TU
JIMTIOCOMBI 110 CPaBHEHUIO ¢ aHAJIOTMYHBIMU JIUTIO-
comamu ¢ ®X [100]. DTo yBennmueHre 00YCIOBIECHO,
OYEBUIHO, TEM, UTO pMOOHYKJIea3a, MOJ00OHO APYTUM
PACTBOPUMBIM, TTOJIOXHUTEIBHO 3apsi>KeHHBIM OeIKaM
(anoumroxpomy C u ap.), B3aUMOACHCTBYET C KMCJIbI-
mu DJI B Gombliieil cTeleHu, YeM ¢ HEUTpaJTbHBIMMU.
IMToka3aHo Ttaxxke, uro J®I" BBI3BIBaET CTPYKTYpPHBIE
W3MEHEHUS B OMoMeMOpaHax, yBeJIMIMBAET TEKYIECTh
GUCIIOS U ero MPOITYCKHYI0 criocoOHocTh. [Ipucyt-
crBue J DI B 6uciioe MeMOpaH NpUBOAUT K 0Opa3oBa-
HUIO B HEM 3aMKHYTBIX CO BCEX CTOPOH 4-CJIOMHBIX
Y4aCTKOB, aHAJOTUYHBIX MUTOXOHAPUAIBLHLIM KOH-
TaKTHBIM IJIOIIaAKaM. DTU HeJlaMeJUISIpHBIe 00pa30-
BaHUSI UTPAIOT, BEPOSITHO, KIIOYEBYIO POJIb B CTPYK-
Type 1 QYHKIUSIX MeMOpaH [23].

Bce monyyeHHBIE 3KCIEpUMEHTANIbHbIE JAHHBIC
CBUIETEJILCTBYIOT O BaxKHOI PO (DPU3UIECKOTO CO-
CTOSTHUSI OMOJIOTMYECKMX MEMOpaH, ONpeaeisieMOTo
cTeneHblo HeHachleHHocT KK nunmmmoB 3Thx
MeMOpaH. O4eBUIHO, UTO U3MEHEHMUS B (PU3NUYECCKUX
CBOICTBaX MEMOpPaH CBSI3aHbI C UBMEHEHHUEM COCTaBa
u ctpoenud I1J1, coctaBnsgomux 3TM Mem6opaHbl. C
JIIPYTO CTOPOHBI, 3TU U3MEHEHUSI UTPAIOT BAXKHYIO
POJIb B PETYJISILIAM CTPECCOBBIX OTBETOB Y PA3JIMYHBIX
pPACTUTENILHBIX OPraHM3MOB. MeMOpaHbl pacTUTEIb-
HBIX KJIETOK MOTYT OBITb TIEPBUYHBIM CEHCOPOM U3-
MEHEHMI IMapaMeTpOB BHEIIHEN cpedbl. DTU U3Me-
HEHUS BOCOPUHUMAIOTCSI C TTOMOIIBI0 MEMOPaHHBIX
CEHCOPHBIX OEJIKOB, KOTOPbIE MEPEHOCAT CUTHAJ OT
BHEIIIHETO pa3ApakuTelisi BHYTPb KIIETKU, 3amycKast
peryJISTOpHBIE IIPOLECChI, CBSI3aHHBIE C Tlepenadeii
CUTHAJIa M 3KCIIpecCcueil oIpeaesIeHHBIX TPYMIl re-
HOB, HEOOXOIOMMBIX JIJISI IIPUCITIOCOOJIEHUSI OpraHu3-
Ma K HOBBIM ycJIOBUSIM. MI3MeHeHMe cocTaBa U CTpO-
enus I1JI Takke MOZKeT HANTPSIMYIO BJIUSITh Ha aKTUB-
HOCTb MEMOpaHHOCBSI3aHHBLIX (DEPMEHTOB, TaKUX,
KaK IepeHOCUYMKM MOJIEKYJ, MOHHbIC KaHallbl, pe-
LIETITOPHBIC TIPOTEMHKUHA3bI, & TaKXKe W Ha JIpyrue
CEHCOpHBIE OEIKM.

SAKJIIOYEHUE

Mrak, coriiacoBaHHoe (DyHKIIMOHUPOBAHUE MEM-
OpaHHBIX cucteM — Oucios I1JI, peuentopos, dep-
MEHTOB, TPAHCHOPTHBIX MEXaHU3MOB [IOMOTAET MOJI-
®U3UOJIOTUI PACTEHUN Ne 2
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JIepXXUBaTh T'OMEOCTa3 KJIETKA M, B TO K€ BpeM:,
OBICTPO pearvpoBaTh Ha M3MEHEHMUs BHEIIHEN cpe-
Ibl. [IpuBeneHHbBIE JaHHBIC ITOKA3bIBAIOT, HACKOJIBKO
MOXET OBITb Pa3HOOOpa3eH KayeCTBEHHBIM COCTaB
I1JI 6ucnost MemOpaH. Kpome Toro, oTnenbHbIC Ki1ac-
col I1JI, momuMmo psima o6bryHBIX KK n 2KKOLI,
oOoraieHbl OKCUKHCIOTAMU WJIN COAepKaT BBICIIINE
aMMHOCIUPTHI. B HacTosllee BpeMs pojb MHOTUX
MUHOPHBIX KOMITOHEHTOB MeMOpaH elle Majio U3y-
YeHa 10 OTHOILIEHUIO YJaCTUS MX KaK B ITIOCTPOSHUU
Oucosl, TaK 1 B LIEJIOM psife (pU3NOJIOTUUECKUX TIPO-
HeccoB B KjieTKe. Tak Ha3bIBaeMblil “BBIYUCIUTEIIb-
HBIII MHKPOCKOII” — MOAEIUPOBAaHUE MOJIEKYJISIP-
Hoit nuHaMuKu T1JI — mocy:kuT, BEpOsITHO, BaXKHBIM
MHCTPYMEHTOM [JIsI U3Y4YeHUsSI MX BO3ACUCTBUSI Ha
CTPYKTYpY M PYHKIINH OEIIKOB OMoMeMOpaH.

Ecnu Haubosee pacnpocTpaHEHHBIE B KOJIWYe-
CTBEHHOM OTHOIIEHUU MOJISIpHbIE TUNUAL — PX u
®dD, no-BUIUMMOMY, COCTABJISIOT OCHOBY OMOMEM-
OpaH (MaTpUlLy), TO PsiA KJIACCOB JIMITUIOB, OTHOCS -
muxcs oo K 3apsokeHHBIM (JIDPI, ®I'), 1100 K BbI-
cokonoJigpHbIM (PIJ]), m160 cCoBMEIIAIOMINM 3TH IBa
cBoiictBa (PU, ®C u CXAI') coenyHEeHUSIM, HECO-
MHEHHO, BXOMISIT B COCTaB JIMTIMIHbBIX TUIOTOB, U3yYeHE
KOTOPBIX HaxXOAUTCH ellle B caMoM Hauase. M3BecTHbIe
HECKOJIbKO paHee aHHYJISIpHbIC JIMITUIbI, COMYTCTBYIO-
mue depMeHTaM, 0a3MpylolMcs B OMoMeMOpaHax,
0 CBOEMY KauyeCTBEHHOMY COCTaBY MNPaKTUYECKU
COBITAAIOT C JIMITUAAMU TUIOTOB. DTH KJIACChI JIUTIH -
JIOB, KaK IMpaBUJI0, ObIBAIOT O0OrallleHbl HACBIIIEH-
aeiMu KK m, B miepByio odepenpb, MaJbMATIUHOBOMN
KMCJIOTOM.

Haim nanHbIe CBUIETENBLCTBYIOT O TOM, UTO PEry-
JIIPHYIO CTPYKTYpy MeMOpaH, HEOOXOOWMYIO IJIsI
MoAIePKaHUS XKU3HEACATETbHOCTA KJIETOK, MOXHO
CO37aTh JUIIb B TOM ClIy4yae, €CJId HACBIIIEHHOCTh
alWJIbHBIX KOMIIOHEHTOB JIMTIUAOB 3TUX MEMOpaH He
OyIeT HIKe OoIpelieICcHHOro ypoBHS. B 3aBucuMmocTu
OT TeHO- U (peHOTUNA PaCTEeHUSI, a TaKXKe OT Kaue-
CTBEHHOTO COCTaBa KJIACCOB JIMIIMAOB 3TOT YPOBEHbB
MOXKET OBITh Pa3JIMYHBIM.

Hacrosmas craTths He COIEPKUT KaKMX-JIN00 MC-
CJeIOBaHUM C yYaCTHUEM JIIOJIEU U XKMBOTHBIX B Kaue-
CTBE OOBEKTOB. ABTOP 3asIBJISIET 00 OTCYTCTBUU KOH-
¢GJIMKTa UHTEPECOB.

Pabora BeITIOTHEHA TIpU MoAepkKe MuUHUCTEp-
CTBa HayKu U BbIciiero obpaszoBaHusi Poccuiickoii
Ddenepanuu (Ipoext Ne 0106-2019-0008).
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