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I'eHeTMYECKUM U AMUIreHeTUYECKUM KOHTPOJb pocTa
M pa3BUTUA pacTeHMid. TeHbl OMOCHHTE3a ayKCUHOB
M ayKCHUH-PEeryJMpyeMbi€ IeHbl, KOHTPOJIMPYIOIHe
oeJIeHUe U PacTIXEHME KJIETOK pacTeHUH
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Paccmompen cnexmp  zeH06, OemepMUHUPYIOWUX DASAutnbe nymu (uocunmesa uHOOauwn-3-yRCYeHot
kucnombl { HYK), udenmuduuuposannux y Arabidopsis: TRP] zena anmpanunamgochopubosuampanc-
depaion 1, TRPY cena mpunmogaucunmemadn u cemelicmea NIT 2eH06 HUMPURAZ, KAMANUILPYIOULX
mpunmopan-resasucumati nymo Guocunmesa HYK us npedwecrnaennuxa wundoa-3-auemonumpuna;
CYP79B u CYP83B1 ¢enoa (wneHoa cemeiicmaon ¢enos uimoxpomos P430), xonmporupyiouux Guocun-
me3 HYK u3 mpunmogpana; ¢cenps depmenmos, xamanuaupyougux Suockrmea HYK u3 undonwn-3-mac-
annot xucaomoer: PXA] u PEX14 :enoa nepoxcucoMuelx memBpaHnoix Beakos — 4ienpd cemeiicmaéa
ABC-ATPa3, PEXJ u PEX7 c¢enog yumomniasMamu4eckux 6e1K06-peyenimopos, eHod NepoKcucoMMbiX
mampuxcunx beaxoa-depmenmos (acxd zena ayun-CoA oxcuQaavt, aiml zeHa MHOZOPYHKYUOHAABHOZO
Oeaxa u ped! cena muorasbi), ¢eMD8 EPMEMMOE, KAMAMILPYIOWUX obpasosarue Konsweamos HYK u
ux eudponud: cenos TAGLc cunmemage, TAInos mpancdepadvt, cepuHxapOoxcunenmuoas-nodobnoi
IAInos auuampanciepaznt u TAR3 zena HYK-Ana eudiponaaet. Hpedcmasienvt HoMenxiamypa i
KAGCCUWPUKAUUR QYKCUH-DECYRUPYEMBIX ZEHOB, OMBEMCMBEHKBIX 30 KAEMOUHOe DEReHUE: CEHO8 UKAUKOG
U WUKAUHSASUCHMBIX NPOMEUHKUNAS, @ MAKKE 2EHO8 MHOZOMUCIEHHOLO CEMPUCMGA MUMDLEH-AKIMUBUDY-
EMbIX NPpOMEURKUMas. TToOpoDRO DACCMOMPEHBL GYKCHH-DEZYALDYEMBE 26HbE (DEPMENMOS, YHACMEYIOUNX
8 Juocummese u 2udpoaule NOAUCAXAPUIHNX KOMMOHEHMOS CHIEHUK KASMOK PACMEHWE € nepupd ux
pocma pacmaxenuem: EI cen ondo-1,3:1,4-8-D-2mokanaszvt w EXOII een 3x30-5-D-caoxamnazor, Mu020-
wucaennoe cemeticmea XET cennd KCunoemokarosnx IH0ompanceatkosuaas, ZeEXP 2eH08 FKCnancunos,
AtFUT eenos xcunozmoxan-cneyuguueckux p-1,6- u B-1,2-pyxosunmpancdepas u cnruxosunmpancdepas,
CSL 2en08 KCUADZMOKAHO8BUWX caoKancunmemas u B-1,4-mannancunmemas, MUR cenoe kcuaoaoxano-
awx canakmosuampanciepas, a maxkxe AtXTI zen u comonczuunbie AtGT2-7 zenst KCunoeAOKAHOGHIX
xcurozunimpanchepad y Arabidopsis; XS1 zen xcunoncunmemasw y puca u GS1 2en enmoxancunmenmasor
¥ kykypyaer. Q6cyxdaemen pors cmpyKmypHOO Geaxd KAeMOWHOU Cmenky — FKCMeHcuna ( xkodupyemoto
aykcun-peeyaupyemein HRGP enom) 8 3oujume pacmenui om namozenos W Hebraeompusmubix
daxmopos auetunei cpedor.

Kuoueanie cnosa: zensi bugcunmesa undonun-3-yxevenoi xucaomet { HYK), aQyKcun-pezyrupyemne 2enpt,
OMBEMCMBEHHLIE 3@ OENEHUE I DACHAKEHIUE KALMOK PACenii.

Beeactne. CreneHud O HAIMYHM FOPMOHANTLHON pery-  C/IEAOBATENAMH CACJARB NPEANOJOXCHAS O CYUIECTBO-
JSTOPHON CHCTEMEl Y PACTEHHH MONBHAMCH DOMee cTA  BAaHMM JHACTERHWX MEXAHN3MOB KOHTPOJS PocTa H
AeT uasan. B nepsmx oryGnaMKoBaHHLIX palorax MC-  pasBHTHS PACTEHMH, OCHOBAHHBIE JMIIL HA IMITHPAUE-

© B A UBFAHKOBA, J. A TAIKMHA, J. H  MYCATEHKO. CKHMX, (DPATMEHTAPHEIX JAHHHX O (YHKLHMOHAILHO
K. M. CHITHHK, 2005 KOPPEASTHBHON B3aMMOCBH3Y MEXAY PA3HBEMH Opra-
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pamn pacrecams [1). Pakramu, NOATBEPAIAIOIIHMH
3Ty B3aUMOCBA3h, ABJAIOTCA ONHCAKHBIC B 3THX paH-
HMX NyOIMKANMEX MHOTOYMCICHHEE (DH3IHOIOTHYIE-
CKHE TIPONECCH, TAKME KAK YCUIEHHE POcTa OOKOBBIX
MOYEK NpY OTAEACHWM IIABHOH BepxymieyHod [21,
YCKOpeHMe NPOpacTaHUE CEMSH TPH OTAEHEHHM HX OT
mwionok [3 ], npexpamedue TPOMA3MOB KOJECONTIIEH B

CAy4yae AEKAMUTHPOBAHAS HX AOHKANbHEX 30H [4],

MPEKPAIMEHAE Paclana Kpaxmana IMpH YAAJICHHH 3apo-
uemueii {5}, napymieHue pocTa MOYEK NPH YaCTHUHOH
nedonunanuy macTheB [0], saMencHue mpouecca CTa-
DEHHS JIMCTHEE M cTebaeil npH yAajJeHUH PETpOnyK-
THBHEIX OpraHos y pactenmii [7]. B manereiimem Ha
OCHOBAHHM 5THX Habmopeswil SnMHM BHICKa3aHH MpE-
MONOXKEHHS O TOM, UTO B3aUMOACHCTBHS MEXIY OT-
AENBHMME OpraHaMM PACTEHMI MOCYT OTIOCPEROBATLCA
XMMHUCCKUMH COCTHHEHMAIMY, HAZBAHHRIMHN BIIOCICH-
CTBHHM (PHTOTOPMOHAMH,

CyniecTeennbti nporpece B ZawHOM ofnacta fgo-
CTMTHYT C Pa3BUTHEM OpraHMuYeckoil XmMuH. [lepBri
dYKCHH ~— MHEoant-3-ykcycnas kuegora (MYK), ua-
aBaHHKIA FOPMOHOM POCTA, BHAEAEH H MAeHTHDHIMpO-
BAH BBIIAIOMIMMCA YKPAHHCK¥MM OHOMIOrOM, OCHOBATe-
niem yuyeHus o ¢uroropmonax Xononuum B 1928 r. [8,
9]. oyt OTHOBPEMEHHO M HE3ABUCHMO AHAJIOTHYHNEE
SKCHEPHMEHTATBPHKEE HCCACIOBAHNSA OBIIM MPOBEACHBI
H TeopeTHyeckH OOOCHOBAHH TO/UIAHACKAM (PH3HOMIO-
rom BentoMm. B pesynsrare chopmynnposana obwas
rOPMOHAILHAA TEOPHS TPONIH3MOB, H3BECTHAS B HAYU-
HOM M yueGHOH nMTepaType Xak Teopus XOJOFHOTO-
Benrta. Kiaccuueckas KOHUENUME (PUTOTOPMOHA KAK
XAMHUYECKOTO MeCCeHAXepa, KOTOPHIM CHHTEIHpYETCHd
B ONHOH YacTM pacTeHusA, NCPCMEIIACTCR B APYrytd B
BAMAET Ha PAZAAYHHE (PUIHOJOTHHECKHE TIPOLIECCH,
slepsuie H3noxena 8 1937 rony BenroM n TuMaHHOM
[10]; mosxe, B 1960 rogy, TuMarH TepMMHOJAOTHUE-
CKHM JAONOAHH KOHUEMOMK (DMTOTOPMOHOB KAK Opra-
HUYECKUX BEMIECTB, ACHCTBYWOMHX B HebonpmuMx Ko-
auuecrsax [11].

Caenyer OTMETHTb, 4YTO € MOMEHTA OTKPHTHS
JapeuHniM SBAEHMS TPONMHM3MA M H2 IPOTAXKEHHUH
NOCACAYIOMMX ACCATHACTHN CUMTANOCh, uTo UYK aB-
ngercd IMABHEIM PEryASTOPHHIM TOPMOHOM Ha BCex
3Tanax OHTOTEHE3a PACTEHHMIt, 4 IKCIEPHMEHTANbHBIE
A3HHKE, CBHACTETLCTBYIOUME O CYLIECTBOBAHMM IDYy-
rMx (PU3NONOTHUECKH AKTUBHAIX COCAMHCHMI, PETyJIH-
pyowmrx aponecck mpoaudepanumn u gudwhepennna-
LMK KJICTOK, TIOABEPraJnuck COMHEHMKI) BIL1OTH 5O S(-X
TOOB MPOILIOTO CTONETHS.

B nocnexyiomgae roan OxUtM MOEHTHOULMPOBAHN
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HOBHIC KJACCH (DHTOTOPMOHOB: rHOOGEpe/UIHHm, LMTO-
KHHUHH, 3THAeH ¥ alCnu3oBas KuCAOTa, KOTOpHIE
NIEPBOHAYANLHO PACCMaTPMBANMCh (PHUIHOMOraMM Kak
ATEHTH, M3McHEIOmMUe nedcTeue aykemna [12]. Opaa-
KO MO3Xe OHJIO NOKA3AHO, YTO 5TH COCAMHCHMS CAMHM
no cefe ABNMOTCH QUTONOPMOHAMH, a4 PE3VILTATH
MHOTOMHC/EHHBX HACCAEA0OBAHMMN, CBHACTEABCTBYIOMME
O OCPEKPECTHOM PETryASTOPHOM AcicTBHM niaT# (hpHTO-
TOPMCHOB, IO3BOIHIN YUSHHM CPOPMYAHPOBATh KOH-
LENUI0 O CYINECTBOBAHMM Y DPACTEHHUH 3IHJOreHHOM
HHTETPaJBLHOW PerynaTopHoil pUTOrOpMOHAMLHOK CHC-
TEMEE.

OrkphiTia mocaegamx jget B odnacte duToropMo-
HOJIOTMH, AOCTUTHYTHIE DAarofaps MCHONB30BAHAID HO-
BHX METOAOB XMMHYECKOIO M MOJEKYASPHO-OHO/IOTH-
YECKOTO AHAJMIOR, JONMOJHHAM CIUCOK TMETH KJIACCH-
YECKMX  (DUTOTOPMOHOR HOBHIMH, HETPAJNIMOHHBIMH
PEryaATOPAMH POCTA PACTEHMHA, MOAYYMBIIMMM BIOC-
JIE[ICTEMH CTATYC (DUTOTOPMOHOB: OMHTOCAXAPUAAMA,
XACMOHATAMM, CAJMUMAATAMH, HOJAHaMHHaMu [13—
15], TypropusamMu, cruponamu [16]; ropmoxonomoB-
HHMH BEIECTBAMH ABOMHONO ayKCHH-LHTOKMHUHOBOTO
AeAcTeua (K KOTOPBIM OTHOCHTCA OpaccMHOCTEPORAH
[15] 1 ofHapyXeHHRIX B BETKOBLIX pacTeHuax dysu-
xoknuH [17]); panesmMuM ropMOHAMEM (HEKPOIOPMOH,
TPABMATHH) — COCOMHCHHAMY, BO3HMKAIO[HMH Ha
NOBPEXICHHEIX H PAHEBHX MOBEPXHOCTSX M criocobor-
BYWIIUMHM HX 3AXMBACHUIO (NPEAnONAracTed, yTo
(byHEKUMIC pAHEBWX TOPMOHOB, KpPOME H3BECTHOM, HO
Maji0 paclpOCTPAHCHHON TPAaBMATHHOBOH KHCJIOTH,
BHIIOMHNIOT aYKCHHK 1 LMTOKAHAHE) {18 ]; ropMona-
MH [BETCHHS ~— BEPHAJIMHOM M (DIOPATCHOM.

[NpeamonoxeHne ¢ CymECTBOBAHUH (DAOPHATCHA
BIIEPBHE BHCKa3aHO B 1937 r. BbZAIOMIMMCE PYCCKHM
6momorom Yaitnaxsaom [18). Janvuelimume paGorhl
YailnaxgHa TO3BOJMHAM CHAENATH BHBOA O TOM, 4TO
dnopures npeacrapaser cobol KOMILIEKS (HTOTOPMO-
HOB, B COCTAB KOTODOTO BXOAMT: rmO0epe;iMHM H
aHTeHAMHR (rpyrna caxTopos useTeHAN), obpasyio-
mHecd B Pe3yAbTaTe BO3PACTHHX W3MEHEHMH WIH Noj
pausaHNeM ¢haxTopoB BHewHed cpean (doronepuonu-
YecKas BHAYKUAA U Ap.) H MHHIMHEDPYIOmHKe GopMuapo-
BaHWE MOBETOMHHIX OPraHoB (Kak NpPennoNarawT, rub-
OeperiHHE HeoOXOOUMH JUTMHHOXHEBHEIM PACTEHUSM,
KOTOPHIM 18 3auseranus Tpefyerca noCTaTOuHO
AAMHHLIA CBETOBOM NCPAOA CYTOK, AHTCH3MHBI XE
CTHMYJHPYIOT LBETEHHE KOPOTKOZHEBHEIX PACTEHHH M
MeCTOM Ux 0Bpa30BAHMS SBASIOTCH JIACTBA).

FopMoOH 1BeTEHHS BEpHAJIMH BHABACH Meawxep-
com B 1939 r. YCraHOBACHD, YTO MECTOM ero BHOCHH-



CEHETHHECKMA M SMMTEHETHYECKMH KOHTPOJBR POCTA PACTEHHR

TE33 ABJSIOTCA 3APOALINHN MPOPACTAIOMMK CEMSH, Ac-
JMIMUECH KJIETEM BEpXYUICUHHX MEPHCTEM B3pOC/HX
(ABYJACTHHX) pACTCHHUil, MOABEPXEHHEIX HA MPOTIKE-
HPMH HEKOTOPOTO BpEMEHH BOSACHCTBHIO HH3IKHX TeM-
HepaTyp, HANpPUMEp, 3EMHHAX XOJ0ZOB.

BrigBieEE B APYIMC HCTOPMOHANBHHE COETHHE-
HHSA OPAPOAHONO MPOBCXOXKIEHHS, OKA3hIBAKLIME KAK
cTUMyaMpymee geidcrsue (Hanpumep, obaaganoumme
AYKCHHOBOM aKTHBHOCTBIO (PeHONXApOOHOBHE KMCIO-
TH — (bepynosan, BaHWAMHOBAR, Kotbeinas, mpous-
BOAMBIE MOUCBHHH, KOTOPHM MPUCYINM CBOMCTBA L#A-
TOKNHMHOB, KaJopurcH, D-nuuMTON, MHKO3MAKW reH-
THAMHOBOM KUCAOTH, AHTHAPOKOHHEPON, a TAKXKE
HEKOTOPHE BRTAMHHN — ACKOPOMHOBAS KHCJIOTA, THA-
MHH H HMKOTHHOBAS KMCJIOTa), TAK M NPOSABASIOUINE
HHETMOHPYIOIYK AKTMBHOCTE (DEHOJBHBIE COSMHHCHHSA
(B YACTHOCTM, HADWHICHMH, KYMapWH, CKOTIONIECTHH,
XJIOPONeHOBAat M KOpHYHAd KACAoTH). Wpentudmom-
POBAH TAKXKC MIMPOKMA Pajl COCAWHEHHMH, OKA3HBAIO-
mEX Pperyanpywiree AeiCTBME Ha CTAOHH NOKOA Y
pacrenni [1, 18],

3HAYATC/BHBIE YCIEXH NOCTHIHYTH (QR3HOJOraMK
B M3Y4YeHMM myTed GHOCHHTE3a GONbIIHMHCTBA KAACCOB
(HTOrOPMOHOB, 3 TAKXE MEXAHH3IMA WX JACHCTBHA HA
MOJIEKYASPHOM yposHe. C NoMOLIBIO 2NBCTATHYECKOrO
¥ MO3aHYHOrO METOHOB PEHETHYECKOIO aHAIW3a, a
TAKXKE MOJEKyagpHO-OMonornueckuMs Metogamu [19,
20} onpencnacHu resl GMOCHHTE3a BCEX KJIACCOB (M-
TOFOPMOHOB (T. €. M€HBI NPEAMECTBEHHNKOB (huTOrOp-
MOHOB, 3 TaKXKE€ DETYJATOPHHX OcaKoB-hepMeHTOR,
VYACTBYIOIIMX B KaCKagHOM MEXaHM3Me peryasuHu
BCCX 3TaNOB CHHTE32 (UTOropMOHOB); U3YUCHEI NMYTH
NEpPexayn CHrHajOB OT (UTOrOPMOHOB MO LENK: pe-
LENTOPH — BTOPMYHKIE MECCCHIXCPR — crneuuduue-
CcKue TreHH. HMocnenopaHn MEXaHM3MBL CHIHAJNbHBIX
B3aWMONEACTBHI MEXAY pasHEIMH KJaccaMu ¢rTorop-
MOHOE H PACKpHTa HX (DM3HOJOTHUYECKAs poib B
peryasSuHH OHTOMEHETHMUECKHX CTanuit pasBHTHS pac-
TeHHH (Kak IMOPUMOHAMBHOH, TaK M MOCTOMOPMOHANB-
Hoit). [TonpobHe MayyeHa poab GHTOrOPMONOB B pery-
JISUNR KTOYEBRX rpolleccos AudpbepeHMpoOBkH Kie-
TOK: B TIpoeccax ACACHHMHY M PACTIKEHHS KJIETOK
(nanpuMep, MAeHTNGHUKPOBAHH  (DPATOTOPMOH-PETY-
JIMPYEMBE TEHH B HX TMPOAYKTH — (DEPMEHTH, y4ACT-
BYIOWIME B TWAPONM3E M OHOCHHTE3EC KOMIIOHCHTOR
KJIETOWHOM CTEHKH NMPH POCTE KJCTOK PACTIXKCHMEM, 3
TAKXE B PETYJASHAA MHMTOTHYECKOTO LUHMKIA KAESTOK
pacrenmil). Packputo yuacrue duroropmonor B oro-
MOpPGOrEHETHYECKHX NPOLECCAX, B NOBRIICHHH YCTOM-
YMBOCTH DACTEHHH K HeOaarompuaTHuM (akTopam

Ookpyxatoueh cpeai u K marorcHam. [lepcnckTHBHE-
MH HANPABJACHUAMH AA8 NMPAKTHYECKOIO HCIOB30BA-
HHA JoCTHXeHHH B 001acTH (PHTOrOPMOHOMOTHM ABJIS-
OTCH!

1} cosaaune HOBBHIX MYTAHTHHX JHHHE PacTeHRMI
€ HAPYOICHHBMM WIH CHEKCHHHEIM OMOCHHTEIOM TORO
WAM WHOIO uTOrOpMOHA W, HaoBopor, noayuyenme
TPAHCrEHHBIX PACTEHMH, rMIEPIKCHPECCHPYIONIAX TOT
WK WHO# (hUTOTOPMOH AN TPUAGHAA PACTEHAMIO CENTh-
CKOXO3SMCTBEHHO NOJAE3HHEKX IPHZHAKOB (ITHMH Cho-
cobaMn MOXHO; KOPPEKTHPOBATh BCE STANK OHTOTEHE-
33, PEryJMpys CpOKH NpOpacTaHus CEMMH, BEreTaIlMu,
[BETECHHA, ONAKEHMS TUIOAOB W MOBHIIATE YPOXAH-
HOCTb KYJBTYD; CO30aBATh CBEPXYCTOHUYHMBHE K NaTO-
reHam ¥ HebnaronpuaTHunM (PaKTOpaM OKpPyXaoIei
Cpennl THHEHA PACTEHHN 3a cuer CTUMYJIauun durorop-
MOHAMH CHHTE3a 3AIMUTHMX COSHMMCHHI);

2) nomyueHune HOBBIX (PHIHOMOTNUECKH AKTHEHALIX
coeMHEHMH, OGNagAMMUX PEryAMPYOWEeH pOCT aK-
THBHOCTBIO, CXOAHOM € TAKOBOM (PMTOrOPMOHOB, CIIO-
CcOOHHX HHAYUMpPOBATH CYNEPCHHTES JIEKAPCTBEHHRIX
COEHMMHEHMI B KYJIbTyPaX KJIETOK M TKAHEH DacTeHMil
in vitro;

3) co3naHde HOBHX HEAOPOrOCTONIINX CHHTETHYE-
CKMX PETYASTOPOB POCTa PacTCHAA ¢ MEXZHMIMOM
GU3INOIOTHYSCKOTO ACHCTBMA, AHAJIOTMYHEIM TAKOBOMY
npupoaHKX (hHTOrOPMOHOB.

B npensnaraemom obzope obobmeHn M cHcTeMaTH-
3UPOBAHK MHOTOUHCACHHBIE JUTCPATYPHHIC NAHHHE O
bnsnonormuecxoil poan ayKCHHOB B PETYIAUMM POCTO-
BOTO NPOLECCA, reHax BMOCHHTE3a AYKCHHOB, a TakxXe
AYKCHH-PETYJHPYEMEX IMeHaX, KOHTPOMMPYIOWNX KJie-
TOUHBIH IHKA H NPOLECC PACTAXEHUA KJIETOK.

Pons ayxCHHOB B PASBMTHM PACTEHHH. AyKCH-
HE — 210 dUTOropMOoHEl, ofpasylomuecd B BEpXyul-
KAX KOJCONTHIEH, BEPXYIKAX Moferos, MONOAMX JIH-
CTb%X, NbUIbLE, TUIORAX, B AKTHBHOM KaMOMH K B
KONYHKAX kopHed. B pasnuunmx TkagHax noferop
AYKCHHH 4ame ABMXYTCA OasmmeransHo (T. e, OT
Mopdonoriyecku  anukaneHoll K GazaneHoit 30HE),
uem akponeranbHo {oT DasanbHOM K AnKKanbHO
sone) [21—24]. CamuM pacnpoCTpaHeHHMM B PACTH-
TEeNbHOM MUpe aykcuHoM ssaserca MYK; obmapyxe-
HH TakXe Apyrue BelIECTBA WHAOJBHOM NPHPOAEL,
apnmomuecs npeqmecrseHaukama UVK: wapomuna-
OETAILAETHR, HHAOJIMNSTAHOA, HHAOAMINHPOBHHOT-
paxnad, MHICAMIMONOMHAA, HHJAOARI-3-MacAsHAd
(UMK), a takxe (deHMnauernnosas KUCnore, Beiss-
JIEHO, YTO Y TPENCTAaBUTE/CH CEMEHCTBA KPECTOLBCT-
HHX COAEpXMTCH mmpon-3-aueronurpun (MAH), a
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APUPOSHBIM AYKCHHOM ceMmeiicTBa Fabaceae ssnsercs
4-x nopounaosun-3-ykcycaas kucaora [13, 25]. Yacts
comepxameitca B pacreHuax WYK npucyrcrsyer B
EMAC KOHBIOTATOB, OCODEHHO B CYXMX CeMcHax (Ha-
npuUMep, B SHIOCHEPME MHOMMX 371aKOBHX M GoGoBHX
KYALTYD B GOIBIMOM KOIMUECTBE COOEPXKATCH CAOXKHEIE
admpr UVK ¢ rmoko3o0il, aMMHOKHCIOTAMH, IIENTHAA~
MH, LIHKONPOTEHHAMHM, HHO3UTOMIOM M TIIOKAHOM,
Crnoco0HBE TOABEPTATECE THAPOAH3Y, (HEPMEHTOMR3Y
wm aytonnsy) [26]. Komwworatel aykcnHOoB 0O0HIYHO
ARAAIOTCS PE3SPBOM 3AMACHHWX (FMKOZMAW) Wiau 00-
JAAAKUMY ACTOKCUKAUMOHHBIME CROMCTBAMY {aMUHO-
KHUCIOTR WK BeKOBHE KOMILIEKCH) (POPM ayKCHHOB.
B pacTeHnaXx coaepXarcs BEINECTBA HCHHAOJBLHOH
MPUPOAHL, TAKHE KAK (DEHWJIYKCYCHAA KHC/IOTa, KOTO-
poie TakXe 087afal0T AKTHBHOCTBIO, CBOMCTBEHHOH
aykcuny [251].

Quanonormueckue xpdextn aykcunos {13, 24

— CTHMYJUPYIOT DACTSKEHHE KJETOK B KOJEON-
THASX W moberax (o9 CTHMYJISLHH POCTa KJIETOK
HeoOXOAMME KOHUEHTPAMH AYKCHHOB, OOBIYHBIE A8
tkaneit — 10°—10" wmons/n). Ha wmonexkynsprom
VYPOBHE (THMYIALHA DPACTAXKCHHA KICTOK CEA3AHA C
YCHJICHHRIM [EPEMEMIERAEM OENKOB-(EDMEHTOB M3
LHATON/A3MbL B KJICTOUHYK) CTEHKY, BHIZHBAKMIUX €£
pacIielUIeHHe M PacTKEHUE TOA BeiCTBHEM TYpropa;

— AKTHBUPYIOT ACNCHME KJIETOK KamOus (Cywe-
CTByeT IpAMad B3aMMOCBA3b MEXTY paclyCKaHMEM
NOYEK H JEATENHHOCTBIO KaMDms y Nepesnes: ymane-
HUC MOUCK NPMBOGHT K OTCYTCTBHIQ BTOPHYHOND POCTA
B IOMPHHY). Y ABYIOJBHHIX TPABAHHCTHX PacTEHHH
BTODMMHEIA POCT B IIMPHHY MHAYIMPYETCS AYKCHHOM,
NOCTYHAKMUM B cTefeah M3 MOJOARIX JIHCTBEB M
BEPXYHEYHOW MOYKH;

— ANMKAJAPHOE JOMMHUPOBAHME: TPAHCIOPTHDYE-
MBIE BHU3 U3 BEPXYIIEUHOH ITOUKH ayKCHHEl TOPMO3ST
pocT GOKOBHX MOYEK; AYKCHHEI, CHHTEIUPYIOLIMECH B
aneKce KOPHA, CTHMYJMpPYHOT obpazosaHue GOKOBHX
KOpHE#;

— YCKOPAIOT 3aBA3HBAHHE TUI0Z0B (Haubosee ak-
THBHBIMH POIYUEHTAMH AYKCHHOB B Pa3BUBAIOLIEMCA
IL0AE SBASOTCH CEMAMOUKMY);

— NPEnATCTBYIOT IPOLIECCY OTHSEHHS JIHCTHER:
OOCTYNAKMUE K3 YePemKka ayKCHHE MHrHOUpYIOT ak-
THBHOCTE DNOJMACAXAPHAHBIX THAPOIA3 (JHAOMOIHMTA-
JAKTYPOHa3H M Ueanonass — B-1,4-raoKanass),
CHHTC3UPYIOIMUXCH B OTXENNTENLHON TKAHH OCHOBA-
HH# JIHCTOBOIC YEpEellKa IIPH BHICOKMX KOHLEHTpPALM-
X 3TUACHAZ; [POTHUBONONOXKHEIA PhekT HHAYKUMM
ITOM0 OPOUECCa OTMEUEH MPH NOCTYIVIEHMH ayKCHHOB
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M3 BEpXymewHoro mofera. Peaxkuus ormennTeInHOIM
TKAHM OTIPEAENAEeTCH IPagHeHTOM KOHUCHTDALHH AVK-
CMHA MEXIY TKaHAMH UYEPCHWIKA M BEPXYIIEUHOTO TI0-
Bera.

Tensl OWOCHHTE3a ayKCHHOB. Mi3BECTHO, YTO Crie-
unGMIeCKHe OnYXOJAeBHE 00pa3oBaHHY «KOPOHYATHIE
Tajiki», A TAXXKE «0OPOJATHIE KOPHH» B PACTHTCABHRIX
TKAHgX, 3apaxXeHdnx Agrobactferium fumefaciens u A.
rhizogenes, copepxauwux Ti n Ri nnasMuab COOTBET-
CTBEHHO, SBJAIOTCS PE3YyNBTATOM SKCAPECCHN TL1A3-
MHIHNX TEHOE, Kopupyomux Ouocunares UYK (271}
tms reHOB A. tumefaciens M aux TCHOB A, rhizogenes.
DT reHHl KORMPYOT OOHUHO OTCYTCTRYIOWIME Y Bhi-
CIUMX PacTCHUE (PepMCEHTH TPUNTOGhAH-2-MOHOOKCHTE-
HAasy M HHAOM-3-aueTaMHArdapoaasy, KaTaausupyro-
mux Omocuures UYK ws tpunrodana [25]. B knerxax
pacTeHu#, TtpaHchopMHporaHHnx A. fumefaciens,
cuaTe3 UVK mpoMcxoamT crnemmpuuecku: TpunTobas
BHAYAJE MPEBPAINACTCA B MHIOM-3-alieTaMKI, M3 KO-
Topore 3ateM u cuaTesupyerca MUY K. Tlpn tpancdop-
Maumy pacrcHmd (Hanpumep, Ttabaka, Oaxjaxana,
ToMaTta) ApyrnMu Oaxrtepuamu (Pseudomonas syrin-
gae W Antirrhinum majus DefH9) wabmopaercs cne-
nEGUUeCKad [HIepIKcopeccua iaaM w igaH TeHOB,
MPOABISIOMAACA B YCHACHNN JJIOHFALMH THOKOTHACH
H YCKOPEHHOM Pa3BUTHH IUTOZIOB M3 HEONMBIAEHHKIX
CEMATIOUEK B PE3YABTATE NOCTYMJIEHMA B HUX 00b-
mux koaruects UYK [28]. Kak BuifcHeHO, red icaM
KORMpYeT TPHNTO(haHMOHOOKCHTEHa3Y — (hepMeHT,
YYACTBYKOIIUH B OPECBPAICHUM TPHNTOPAHA B MHAOI-
3-aneramua, OGuorpaHcGOpPMUPYIOINMIACH BIOCTEACT-
B y pacrermit B MYK. Tlokasano Takxe, uto
npopocTky Arabidopsis n TaGaka, TpaHchOpMHpOBAH-
Hule reHOM iaal. Daxrepuit Pseudomonas savastonoi
(xomupytomuM cdepment MYK nusuncunrerasy),
UMEIOT KOPOTKVE TMITOKOTHIH M3-33 YMEHbLIGHHA KO-
mauectsa ceobonnoii MUYK scnencreme o6pasosaHud
konusioratos MYK ¢ nusunom [29]).

CymecTsyloT pas/M4YHBIE OYTH ECTECTBCHHOTO OM-
ocuntesa YK, xapakrepume ans pacrensii; B HEKO-
TOPHX W3 HMX MUCHONB3YETCA TPHOTO(AH B KAuecTBe
MPOM3BOMHONO COCAMHEHMS K3 HHOOMA MAM pAaHHHX
TpefilecTBeHHUKOB, [eHeTHyeckmit aHanus OMOCHHTE-
3a U¥YK y Arabidopsis » xykypyss seapui, yro U¥YK
ABMIETCA NPOMEXYTOUHMM COCAMHEHHEM B aHTPaHM-
JaT-TpunTodaHoBoM nyTH OuocumTesa [30, 311
[peanosnararor, 4YTO CYWECTBYKIT PA3JHYHBIE IYTH
6uocuuresa UYK w3 tpunrodana: depes HHAOMHI-3-
nuporrHOrpauyic kuoaory, UMK, tpuntaMuH u uH-
noJj-3-aperaasgokeuMm [25, 31, 321
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Hccnenosaama aykcorpodHnx no rtpuntodany
MYTAHTOB DAacTCHui nokasam, 4yro Omocuares UYK
MOXET TAKXE MPOHCXORMTE MO TPHOTOhAH-HEIABHCH-
MOMY [YTH ¢ y4acrHeM npeamectBeHHuka HAH,
MEPBOHAYANBHO HMECHTAGHUUPORAHHOIO Y CEMEHCTBa
Cruciferae. Hanpumep, obHapyxeHO, YTO Y MYTHpO-
BAHHHX trp3-1 u trp2-1 ayxcorpodsux Do TpunToda-
HY pacremsii Arabidopsis m KyKypy3H akKyMynHpy-
IOTCA BHICOKHE YPOBHH MHAOA-3-mmmmepodocdara u
HUAH, B 10 Bpema kak yposenrn csobogHoi WUVYK
ocraerca wopMansueM [32]. Ha ocmHoBammd 3rux
AAaHHHYX, 3 TAKXE PE3YAPTATOB HKCIEPUMEHTOB B Hec-
KJETOYHOH CHCTEME M3 HE3PEeJoro SHAOCHEPMAa KYKY-
Py3H, MOKA3aBMIMX NPEBPALEHME PATHOAKTHBHO Me-
uyeHHoro Euaona B YK, npemnoxen tpunrodan-me-
aapucHuME nyTh OuocuaTesa MYK w3 wmpona wan
aupon-3-rmauepodocdara [25, 31—331.

B macrogmee BpeMs ONpPEACNEHH TeHH OCHOBHRIX
depmenroB, yuacteyomme B Ouocmmrese UYK vy
TpunToharoBHX aykcorpodos: TRPI reH aHTpaHM-
nardochopuboannrpancdepasu, npespamaomen aHT-
pasmnar 8 S-pochopnbosnnantpanunar, 1 TRP3 ren
TpUNTOQAHCHHATA3H ¢, KaTAJAM3HPYIOMEN npeppame-
HHe HHAON-3-riuuepodochara B wHaoa [30, 34
Obpasywomuiia Ha nocneaywomux craguax MAH npe-
ppamaerca B UYK ¢ noMompio repMeHT2 HHTPHAA3H
(NIT), xoTOpYK® KOAKPYIOT [0 MEHbIICH Mepe UeTHpE
reda [{35]. Hanpumep, 8 page uccaenosaumii olnapy-
XKEHO, YTO THHEp3Kcmpeccus reHa NIT2 B TpaHcreH-
Hux npopocrkax rabaxa {36} u Arabidopsis [37]
OKA3bIBACT HE3HAYHTENbHENA ppeKkT HA pacTeHns, a
Takxe Ha cogepxanne B HUX UYK npu Bozaeiicteum
sx3credHoro MAH BcaencTsme Toro, uto YpoBEHD
curaresa SHporeHworo MAH numwuruposan. B To xe
BpeMa rMnepaxcnpeccus reHos NIT/! u NIT2 Takxe
npu geiicteuu 3K3orendoro MAH Bo B3pocanix pacte-
HMaxX Arabidopsis IpoSBASETCE B CYIWECTBEHHOM CHH-
xenumm obmero copepxanna UYK (csobopnoii » ee
konxnioraros) [37].

Hecneposanus pasumix myteil 6uocmnresa UVK
BeIBHNY, uro WAH MOXeT TakXxe SBIATLCH MPOAYK-
TOM (DCPMEHTATUBHOTO rHAPOSN3A {OCYIIECTB/ILEMOrO
NIT3) HHIOATAMKO3ZNAATOB, O0pA3YIOMMXCH NpH
tpuntodancsom myth Guocunresa WYK. Ycranosse-
HO, UTO Ha NEpBOM rane #3 TpuntodaHa non AcHcr-
BHUeM (epMEHTA — YWIEHA CCMEWCTBa IHTOXPOMOB
P450 (MoHOOKCHMreHa3), koaupyeMoro renom CYP79B,
cuHTEaNpyerca obmmi mpeamecteeHnuk UYK u ne-
JONCAMKO3UAATOR — HAMQ/-3-3HETA/BIOKCAM, M3 KO-
TOpOrO B AansHedmem obpasyerca kak UYK, tak u ee

Tpunmogpan

CYP79B

HHudoa-3-ayemars0oxcum

CYP83B]

Hudonrzauxosunamer HYK

Puc. 1. Cxema Guocuuresa unpomut-3-yrCychoi kucnotsl (MYK),
u3 Tpuntopana [38]: depment — unen cemeiicTa nuToXpoOMOB
P450 {Monooxcurenas), xoaupyembiit renom CYP79B, xatanuaupy-
€T CHHTEd WHAOA-3-aueranblokcHMa — OLIEr0 ApeAmecTBEHHHK
HYK v ee KOHBIOraTOB — MHAOACAMKO3MNATOR, CMHTES KOTODbIX

KaTanuaupyer Apyro# depMeHT M3 cemeicTsa uMToxpomos P450,
Komupyemsiin renom CYP83R1

KOHBIOTATH — HHAOATIAMKOZNNATH (B UACTHOCTH, IO~
xobpaccunns). CHHTE3 NOCNEAHAX KATAHINPYET APY-
roii depmenT u3 cemeitcrna upToxpoMos P450, komm-
pyemuiit rerom CYP83BI 38, 39]. Toayueunwe gan-
HHE CBANETEAbCTRYIOT 00 yuwactun CYP83B! B
KOHTpone romeoctada sugoreaHoil YK (puc. 1),

Kak cBHIETEeNLCTBYIOT PE3YAbTATH TEHETWHECKOTO
amann3a, myraudd CYP83B/ reva rnil-1 apasiorcs
amneAcHEMA # heHOTHIIMYECKM MMOROOHBIMH  Sur-2
{super rool 2) MyTaHTaM (AKKYMYJINPYIOMIHM BHCOKHE
YPOBRHH KoHUeHTpaunn ceobomuod UYK u B 10 Xe
BpeMsa HH3KHe — xomporuposadHoit HYK), y koro-
PHX HaGMOJAEeTCH YCUIEHHE ANMKAILHOIO AOMHHMpPO-
BAHUN M runeponoHranus runoxkormaci [40].

porusonmonoxumit rntf-/ Myranram deHoTHn
Habmopaercs y pactenuit Arabidopsis ¢ IKTONHYECKOH
runepakcnpeccueit CYP83BI xJIHK nox 355-npomo-
TOPOM, KOTOphe (eHOTHIHYECKM noaoOHb axrl My-
TAHTHHM PAacTEHHIM C YMCHBIIEHHBIM ANMMKAaJIbHHBM
JOMHHHPOBAHUEM, KOPOTKHMHM FMITOKOTHASAMM N CHH-
XKeHHOH (epTHABHOCTEIO, UTO 00YCAOBACHO PEAYLMDPO-
BaHHON YyBCTBHTENBHOCTBIC ITHX PACTCHMH K ayKCH-
Hy [41].

YCTaHOBACHO, YTO NPW HOPMAJNBHHX YCIJIOBMIX
sxcnpeccua CYP83IBI rena nabniojaerca B kOpH:X,
JINCThAX, cTebagx, uperkax M ThHuwHKax [42], a mpu
cTpeccoBhlX (hakTopax (BH3BAHHHEIX MOBPEXACHHAMM
Y JEerdapaTauuei) u nof AeCTBHEM AYKCHHA YCH-
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nenme skcnpeccud CYP83IBI] rea HPOMCXOAMT mpe-
AMyIecTBeHHO B KopHax [43]. B npomotope
CYP83B! rena upeHTH(PUITHPOBAHE UYETHPE RYKCHH-
OTBETHEIX (Ci$-DHEMEHTA, UTO NOITBEPXKAAET pErysst-
IIMIO 3KCnpeccun reda CYP83B1 aykcunoM [441]

B nocaenuee Bpemd NOSBHINCh AAHHBIC O TOM,
uTo0 B perymsuun Karabonmama MYK amauurenenyio
pOIb WMIPAKT TEPOKCACOME!, SBIAIOMEECA BaXKHEMH
OpraHe/NaMy, YUYaCTBYIOIMMHA B JuoBasoM Meralo-
nuaMe, dukcanuu asora, QoTopecnupanHuM H paspy-
INEHEH NEPEKHCH BOJOPORA; OHM TAKXKE CayXar Mec-
TaGMM HO3THHX J71ancs GHOCHHTE3d XACMOHOBOHM KHC-
notel ¥ UYK y pacremmit [45, 46). Tlepokcucomn
AXTHBHH Ha BCEM TPOTIXCHHM OHTOTCHE3a DACTEHMIA
or M0puoreHesa, NpopacTaHHs CEMSH M Da3BATHA
IBETKOB M0 ¢hasm cTapenwa, HemasHumH Hccaenosa-
HHUSIMH BHSBJICHH BeQyinas pojib HEPOKCHCOM B toTo-
MopdoreHese u UX 3amETHWE PYHXKOHW TIPH BO3ACH-
CTBHH A0HOTMUECKMX CTPECCOBRX (haKTOpOR: depmeH-
Thi NEPOKCHCOM YYACTBYIOT B 00paz0BAHHH M pacmage
PEaKTMBHEIX coeamHenuid kucaopona (ROS) — cur-
HATBHEIX MOJIEKYJ, PEryJIHPYIOIINX JKCIPECCHIO Saep-
HEIX FCHOB ¥ OK33HBAIOUIMX TOBPEXIAIONle AelicTBHe
Ha KJIETKY B Chayuae ux u3abmrouHoro obpasomaHus
(471

YCTAHOBAEHO, YTO HPOPOCTKH M CTAPEKILME TKA-
HE PACTCHHH COAEPXAT CIEHUANK3NPOBAHHHE TEPOK-
CHCOMBl — ITMOKCHCOMBI, CHHTCAHpYROmue cenme 20
depmenror ana B-oxucnenus xupaux xkucaor (KK)
u amuHOKucnor. OOpasywomuiica B pesynwtare dep-
MeRTaTeBHoro pacmenneHua KK auerun-kosnsum A
(anetin-CoA} mpespamaercd B CYKIAHAT M TPAHC-
HOPTUPYSTCA B MHUTOXOHADWH, INE BCTYNAET B THKA
peakuMi TPHKApOOKCHKHCAOT ¢ 0OPA30BAKMEM YITIEBO-
aos (48], PeayarTaTtHl IKCIEPUMEHTOB € MEUEHHM
AYKCMHOM [IOKA3a7M, YTO Y PajjiMyHHX BHIOB pacTe-
HUH [OOBOMBHO pacnpocTpaHeH cnocol OmocuuTesa
HUYK n3 npemmecrsennmka MMK [49). ITockonbky
npn cuHtese UYK pens MMK coxpamiaercs Ha nea
YIJIEPONHEIX aTOMa, BOSHHMEKJO IIPEANONOXKEHHE O TOM,
4TO ITOT NMPOLECC MPOMCXOAMT NMOMOOHO [-OKMCAEHUIO
XK B mmokcucomax.

KaK PBHISCHEHO, KAOUEBYI) POAbL B DASJTHUHKIX
MPONECCaX MEPOKCHCOMHOTO OHOreHeaa (BKimouas ob-
pasosanue MemOpan, GcnkoBmi mMnopr ¥ nposnge-
pauMio 3Tux opradean) sunoaugior PXA m PEX
Genku [45, 46, 50]. Jlna noapoBHOro MCCAEIOsaHMY
MOJIEKYJIADHHX Mexauusmos Ouocuntesa UYK npose-
JeH IeHeTHYECKMi aHanus pxal MyTaHToB Arabidop-
sis, YCTOMUMBHIX X wHrnGupyromemy neiictsmo UMK
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H CHHTETHUYECKOTO aykenHa 2,4-JIM (2,4-guxmopote-
HOKCHMACHAHOH KHCAOTH) HA OJAOHraLMKd KODHEH,
ONHAKO CNOCOBHBIX HOPMAALHO PEATHPOBATE HA BO3-
aciicrene MYK, cmaTeTnuecknx ayxcuuos 2,4-1 (2,4-
nuxmopodeHoKcHyKeycHol kucrnorh} u HYK (sad-
THN-1-yRCycHOM xucnorer) [511].

Y MyraHTHHX pacTesumii HaGmogaercs sameane-
HU€ MPOLECCOB MPOopacTaHus M AANbHEHIIETO PASBUTHE
B Cpeae Ang npopammpasnd 6e3 caxapossl, YTO CEMOE-
TEILCTBYET O BHPAXEHHHX AedeKkTaX B MepOKCHCOM-
HoM B-oxucneHnd XK ® B OTCYTCTBMM JHEpTHM,
ACMONMBAYEMOMH PACTEHHSIMH B MEPHON TIPOpPacTaHMs 1o
Hauana npouecca dorocuuresa. [lockoabky GuocuHTEs
HUYK u3z UMK npoucxoauTt napaaiensHO ¢ IPOLECCOM
B-oxucnenng XK, cnemopareawro, pxal MyTaHTH
apagiorcs UMK-ycToiiuMsMu, TaKk Kak He cnocofHH
npeppawats AMK 8 UVK. Jedexrn, npoapngomue-
ca B xofme MOpdOTeHe3a 3TNX MYTAHTOB, YKA3HBAIOT
Ha TO, yT0 PXA! reH UrpaeT OHTOreHETHUECKH BaX-
HYIO POJb.

MostexyIapHO-0MOA0THUECKHMY METOAMK  YCTa-
HOBACHO, 4TO PXA! rén XOAMpYET YHUKANBHBINA ne-
poxcucoMHBE ATP-CBA3HBAIOWMA KACCETHHIE MeMO-
paunni Genok — rpancnoprep KK (ATP-binding
cassette (ABC) protein), roMonormusmnii 4jcHAM Cy-
nepeemeiictsa ABC-ATPaa, npeacrasamomux coboit
ATP-gpHXymye mOMNH HAY KAHAJNLL, TPAHCIOPTHAPY-
e pasHoobpasHue cyOerpath oT  HebOMBLIHX
HOHOB [0 OOJMNEOTHIOB ¢ COJbIIOH MONEKY/IAPHOM
maccoit (M. m.) uepes memOpannl (y Arabidopsis, x
npuMepy, uaeHTHGMmupoBado cBume 100 ABC-
Tpancroptepos) [52].

BriscHeHo Taxxe, uro PXA Genok Ha 24—30 Y
HACHTHUEH ABYM TEPOKCHCOMHLIM MemOpauuum ABC-
tTpaHcnoptepam rpnboe (Pxalp/Palp/Palip u
Pxa2p/Pailp) [53] u na 36—45 % — uernipem ABC-
rpaucnoprepaM (PMP70/PXMP1, PT70R, ALDP nu
ALDRP), obrapyxenunM y ucnosexa [54 ] Myrtamuum
romosiora PXAl — Genka ALD (adrenoleukodystro-
phy) SBNSIOTCH JETANBALIME. ¥ NANMEHTOB ¢ CHHIDPO-
Mamu JeansBerepa ¥ X-ALD anpenoneikomucrpodmu,
ACCOLIMMPYIOIHMUCH ¢ AedexTaMy HepPOKCHCOMHOTO
B-oxucaenus KK, akkymynupyerca Gonbmoe koanue-
CTBO NAHHHOUEenovedHuX XK B CHBOpPOTKE KpOBHM H
BO BCEX TKAHSAX OpPraHM3Ma, YTO HPHBOAMT X HaATIO-
YEYHOH HEAOCTATOYHOCTH M Pa3pyILEHHKIO B LUEHTPa/lb-
HOi HepBHOH cucreme muenusa (46, 54{. B cunrese
NOCAENHETO0 YYACTBYET TAKKe Apyroi romosor PXAl
Genka — ABC 6enok P-rimkomporewms, TpaHCmopTy-
pytomuit ochoamnuan (cmemannne opupu KK u
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drochopHOl KMCIOTHL € [EHIIEPMHOM — rauuepodoc-
doammansl, Takee kak docharupmnxonns, gocdaru-
AUA3TaHONMaMHH, GochaTHINANHOIAT, & Takxke ChuH-
rotdhochosunuAL — TPOH3BOAHRIC NEPAMUAA, CHHHTO-
MHEIHHN)} 4epes ILlasMaTHdeckue memOpann [55].
QochoMHNMAN B BMIE KOMIUIEKCOB C OenKaMu # B
¢BOBOAHOM COCTOAHIMHM BXOAST B COCTABR MeMOpar Kie-
TOK pasAMyHEX TKaHed, BOJBIIOE HMX KOJHYECTBO
OPUCYTCTBYET B TKARAX NOJOBHOTC MO3ra ¥ nepudepu-
4ecKoi HepBRHOM CHCTEMH (UepeGpo3uAH, TAHIVIHO3H-
Ab H Op.).

Fomonorng Genka PXAl mo otHomenuo X Genxy
ALD m apyraM TEpOKCHCOMHEIM TPAHCIOPTEpPAM, BH-
4BNEHHEIM KaK Y 4YeN0BeKd, Tak u y rpuboe, cBMne-
TeAbCTBYET 0 TOM (hakre, uto Gesox PXAl yuacrsyer
B Tpancnopre aumwn-CoA a>pmpo XK n HMK n3
UMTOILUIA3ME B NEPOKCHCOMY A S-OKHCACHUS,

TTOCKOMLKY HEPOKCHCOMB HE MMEIOT COBCTBEHHOM
JTHK, nepoxcHCOMHBE MATPHKCHBE Beaku-dhepMeHTn
(TIMB}, neobxomumue a4 S-okncaeand KK, UMK »
Op. MEPOKCHCOMMBIX MPOLIECCOB, CHHTC3APYIOTCS B I(H-
TOImAa3Me, a 3aTeM SKCIOPTHPYIOTCH B MEPOKCHCOMY
[561. Obuapyxeno, yto [IMB mmetor N-tepmunans-
nue PTSs (peroxisomal targeting signals) nocacnosa-
TEMBHOCTH, ONPEENMIONMNE WX CBA3HBAHKE C IHTO-
NIa3MATHYECKAMHA OCIKAMM-PELENITOPAMA, KOTOPHIE Y
pacrenui kogupyiorcs PEXS n PEX7 renaMu, MMIOp-
tupyromumu [IMB B nepoxcucomy ¢ yuacrnem ATPa3
meMOpan [46, 50].

W3BecTHO, 4TO MYTAHTHRIE pPACTEHMd, YCTOHUH-
Bue Kk wHrHOupyromeMmy naciicteaio UMK nam ee
CHHTeTHUecKoro amamora 2,4-IM (merabonmampyro-
Hieiicd TpH S-OKMCACHMH B DEPOKCHCOMAaX B AYKCUH
2,4-1), aeamorcd AeeKTHHMH B OMOCHHTES3E Pas/iny-
Huix [TMB, Takux kak anuwn-CoA oxcupasa (MyTalHe
acx3) {57], muorobyHKIMOBANbHKI §EA0K (MyTaIBn
aiml!} (58] u tHOMaza (Myraumm ped!) [59]. Busc-
HEHO TAKXE, 4TO NOCKOJABKY Mpoitecc S-OKUCHEHUS
XK y pacreHm# IPOMCXOAMT TOIBKO B NMEPOKCHCOMAX
(y XHBOTHHX — B MEPOKCHCOMAaX H MHTOXOHADHAX),
MYTAlH¥ NEPOKCHCOMHbiX MEMOpaHHHX GenkoB (depes
KoTopue ocymecrsasercs TpaHcnopt KK B nepokcn-
comy), a TaKxe De/KOB-PeLenTOPOB (TPAHCTIOPTHPYIO-
mux [IMB B mepokcucoMy) MOryT HapyLiaTk (S-OKMC-
aenne XK, a taxxe UMK, Hanpumep, pex5 myran-
TH, AeEeKTHHME B CHATE3E [HTOMIAZMATHYECKOFO
peuenropa PEXS, mewyscrenrenean ¥ UMK [51], a
2,4-IM-ycroitunsnie ped2 MyTaHTH ABNAKTCH nedek-
THBIMHM B CMHTE3E MEPOKCHCOMHOrO MeMfpansoro Ges-
ka PEXI4 [60}].
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Puc. 2. Npeanonaraemas momens $ynxkunu Genka PXAl y Ara-
bidopsis [46]. FomonorwuHblf Genxam wenosexa W rpufos Gernok
PXAl noxanMayercs B MepoKCHCOMHON MemBpame m ocywecrsaser
tpaucnept aumMn-CoA 3dupos xupsabix kucaotr (OKK-CoA), muao-
nun-3-macasuoit kucnote (MMK-CoA), a rakxe 2,4-anxnopoce-
HOKCHMAChHHOM KucnoTsl (2,4-JIM-CoA) B nepoxcucoMy, rae oHM
NPSBEPAILAKOTCE B CYKLMHAT, MHAOMMI-3-YRCYCHYIO kucnoTy (MYK)
u 2,4-guxnopode HOKCHYKCYCHYRO KHcaoTy (2,4-I1) COOTRETCTBEHHO.
Ycroiuuenie K sosaccrevio UMK u 2,4-IM myranTame pacresus
SBAKOTCH pedeKTHhiMM no aumn-CoA oxcupaze (acx3), mMynbtm-
dyuxunonansnoMy Gesxy {(aiml) v Tvonase (ped!), uro npumo
JOKA3LIBAET yuacTHe 3THX cepmentos b S-okucnenmy HMK w
2,4-IIM B nepoxcucoMe

Ha ocHomaumu uccnegpopanuit UMK- n 2,4-1IM-
YCTOHUMBHIX MYTAUMHA NPCANOKCHA THNOTETAYECKAd
Monens nepokcucomuoro npeppamenus UMK s VK,
IPOMCXOASINEro noxodHo mpoueccy f-okmenenus KK
{puc. 2). B coorBercTEME ¢ AAHHOM Cxemoi, Gesok
PXAl rpancmoprupyer anmn-CoA adupu XK s ne-
POKCHCOMY, TAE OHHM B MPOIECCe J-OKVMCACHUS MPeBpa-
mamrcd B anetwi-CoA, meraboausnpyloumiica B pe-
aymaeTare (PepPMEHTATHBHOTO PACIICILIEHHSA B CYyKLUHAT
uepes rnHokcuaaTHail nukn (46, 48} Tak kak pxal
MyTaHTH ycrodumen Kk MMK n ee ananory 2.4-11M,
BO3MOXHO, uto Oenok PXAL skcroprapyer anua-CoA
abupst UMK n 2,4-IM B nmepoxkcmcoMy aag OKHCIE-
uusg B LUYK-CoA u 2,4-I1-CoA cooteercteenno (511
Dty coenHEHMS MOABEPTalTCH TUAPONAM3Y M B BUAL
HU¥K w 2,4-] 3KCHOPTHDPYIOTCH M3 MEPOKCHCOMBI,
BH3biBas B HasibHeiwireM cneumduueckue denoruny-
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ueckue PEKTH, HAHOONEE 3HAYNTEILHBIME H3 KOTO-
PHIX SBJISIOTCS MHTHOMPOBAHME 3JOHTALMH IJIABHHX
HIH CTEPXHEBHIX KOpHEH W MHMHMAUHMS (hOpMHPOBA-
HUS JIATEPANBHBIX WM NPUAATOUHBIX KopHe#. Janune
MHOTHX 3KCIOEPHMEHTOB, CBHACTCABCTBYIOUMX O CTH-
mynupyiomeM geficrsuu UMK u 2,4-IM usa dopmu-
POBAHME NMPUAATOUHRIX KOPHEl y MHKMX THIOB pacTe-
il ¥ of orcyrcreum mnopobuoit Mopdoaormucckoi
peakiyn Ha Bospcicrsne UMK mn 2,4-IM y pxal
MYTAHTOB, CAYXaT NMOATBEPXKACHUEM NpeNIOXeHHOH
IHIIOTE3H.

Bonbiioe KOMHUECTBO BOSMOXHKEX TyTel OHOCHH-
tesa MYK, ofpaszosanmns cc KOHBIOTATOB, 4 TAKXKE MX
pacnana CBMEETEALCTEYET O CYMIECTBOBAHUN KOMIICK-
CHOMO IOMEOCTATHUYECKOTO MEXAHH3Ma, KOHTPOAMPYIO-
mIero cojepXaHue 231010 (UToropMoHa. B TEaHax
pacrennit UYK B OCHOBHOM npUCYTCTBYET B BHAS
KOHBIOTATOR ¢ AMHHOKHC/IOTAMM, TENTHIAMH HIH yr-
JEROAAMH, KOTOPHE MOrYT OHITh THAPOAM3OBAHH 1O
ceoboguoii MYK, mnpuueM BereraTaTMBHBE OpPraHH
XAPAKTEPUIYIOTCH 3HAUNTENBHO MEHbIIUM KOJNWYECT-
oM cBobogamx ¢dopm MVYK, a B reHepatnsHux (oco-
BEHHO B 3pETHX CEMEHAX) NpeobIagaldT KOHBIOTHMpPO-
BaHHHE hOpMBL, IBATIOIHECH BUOAOrAYECcKs HEAKTHE-
HEMH 3anacHuMe ¢dopmamu UYK u cnyxampme ang
NOAAEPXKAHHA TOPMOHANBHOTO rOMeocTasa [25, 26,
61}

Hanpumep, npu aHanuse copepxamms xatabomu-
o UY¥YK B 3epHax Kyxypysbl HEeHTHGHIHPOBAHK
NpPEeHMYIIECTBEHHO COAEPXAMAE PHPHYIO CBA3b
kowerate: MYK—rmoko3za, HYK—muonHozuron,
YK —MHOMHO3NTOATTAKO3NAN, & TAKXKE KOHBIOrMPO-
BaHHne ¢ MYK ueanono3ornokaim — BCE BMECTE
cocrapngomue okomo 97—99 9, or obmero nyna
UYK oummocnepma cemax [62 1 Irepucbuuyposannag
WMYK gpagercs npeoblafarOImaM KOHBIOTATOM TAKXKe
B 3cpHax puca (comepxamux 62—70 % cocnUHEHHBX
3thupHOl CBI3BI0 KOHBbIOTaTOR) [63], B XEAKOM 3HOOC-
mEpPME KALWITAHA H CCMEHAX OBca (copepxammx 80 %
kombiornpoBansoi UYK) [64]. ¥ maornx pacrennmit s
DMHAMHKE H3YUEHO n3MEeHEeHHEe CONEPXAHMA KOHLIOTa-
T0B M¥YK HA pasHmx ITanax OHTOrcHes3a: HanmpuMmep,
Ha paHH#EX CTagudX pa3sBUTHA CceMIH (hacosd MaKCH-
ManbHEH ypoeeHs otepudunuposannoin UYK cocras-
aser 35 %, a cwobonHoit — okosno 40 % ot obmero
nviaa UYK [65]; sareM B Teueude CO3peBaHMI CEMSH
TIPOVCXOAAT CHUXCHWE YPOBHCH aTeprduiMpoBanHOR
HUYK (o 13 %) mn ceobogmoit UYK (mo 6 %) or
ofmeroe nyna HMYK; ma cragmu nomwoit 3penocti
npeobnagawnT Kowbiorathl MYK, coenmuenmme amMua-
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HOW cBa3bIO C monunentunamMu u Geaxkamu (80 % or
ofmero nyna UYK) [66]. B ornmuume ot daconn, B
CCMEHAX COM Ha CTAgMH 3peaocTH Haubosee mpeobna-
nawor koublorara UVK ¢ ammHOxuCa0TAaMB (acnapra-
THL M PAKTAMATH), UMCIOMHC OOJIEE HH3KYID M. M.
[671.

Ilpy momomu METONOE ra3oBoM xpomatorpadma K
MacC-COEKTPoMeTpud MaeHTAGHIHpOBauH KaTabosm-
TH # xoHblorathl MYK Ha mporaxenum BCero perera-
THBHOTO DOCTA MHOTHX pacTenuil, BKmouada Arabidop-
sis, Kykypyay, tabak, Tomare, acons, coio, pHC,
OBec, KamMTaH, TONOAL, cocHy [26, 68)]. Hanpumep,
NpH AHANM3& PA3NNUHBIX Tkauc# Arabidopsis ¢ wc-
NONB30BAHMECM MEUCHHX CTaHgapros: kataboamra 2-
OKCHMHAOM-3-yKCYCHOM KMCAOTH, A TAKXE KOHBIOTA-
toB MYK ¢ amuHOKNCIOTaMu (acmapraTos, MIKOTaMa-
108, XommnekcoB MVYK ¢ anammuHoM H JeimuEOoM)
MOKA3aHO, YTO B IMOHTHPYOLUIMX JHCTHIX M KOPHSAX
NIPHCYTCTBYKOT CPAaBHUTENABKO BHICOKME KOHLUCHTPALWA
caoboruoit MYK u sHamsncmme — MYX-acnaprara,
HYK-rmoraMara u 2-0KCHHHIOA-3-YKCYCHOR KHCIO-
TH, B TO BpeMd Kak kowbioratal MYK ¢ aefingHOM
Hanbo/1ee CKOHUEHTPHPORAHK B KOPHAX, A KOHBIOTATH
WYK ¢ ananmHoM — B a’paiibEeX TKanax [68). B
NPONEHTHOM COOTHOIIEHMM YpoBeHb Jrepuduumpo-
Banuux KouwviraTos UYK y Arabidopsis cocrasnser
8—10 %, a ypopens xowbioraroB MYK ¢ amuHoKuC-
soramu — okon0 2—3 % mo OTROmEHHI K obuemy
oyay UYK. Merogamu reHeTHdeckoro ¥ MoOnekyasap-
HO-OHONOrAYECKOT0 AHAMH30B MACHTH(UIAPOBAHKE M
KJOHHPOBAHHL FEHBl (PEPMEHTOB, YHACTRYIOMMX KK B
o0pasoBanum pasnnuHmx kowsioratos VYK, Tax u B
HX MUAPONMTHYECCKOM PACIIenICHMM, B 4acTHOCTH, B
HE3IpeNaKX CeMEHax TOpoXa ¥ JHOOCTEpME KYKYPY3H
BHIMBJICHH IE¢HH (DEPMEHTOB, KATaAU3UDYIOILHUX op-
MHPOBAaHME 3TepHQUIHPOBAHHHEX KoHBloratos MYK:
TAGILc cunTerass, NPUYacTHON K 00pa3oBaHAK CI0X-
Horo apmpa UYK ¢ rmokozoi — 1-O-uraon-3-aue-
run-f-D-rmiokosm  [68], WYK-muo-unoaurontpanc-
tdepasu (IAlnos rtpancgepaswsl}, KaTaausupyroImeH
nocreaywomuit cuates UYK-Muounoantona a3 npen-
mecreeHHNKa |-O-unpon-3-auernn-3-D-rmokoss
[69], unerTHdHUMpORaHA CeMBA CepUHKApGOKCHNEN-
THaa3-nomofuux AMwrrpancdepas, MMEKIIKEX BHCO-
KYIO CTENCHE romonoruu u mofodus ¢ [AInos tpaHe-
thepazoiz [70], a TakXe reHn regponas, obaapamommx
cneuuduUHOCTHI0 ACHCTEMS IO OTHOIMEHHIO K OIpene-
nedAuM koMmnekcaM WYK-—aMmuRokucnora, Hanpu-
mep, komupywiux MYK-Ana magponasy (IAR3) vy
Arabidopsis [25, T1].
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Ho HegaBHEro BpPeMEHM CUMTANOCh, 4TO KaTabo-
asM UYK ocymecTpaseTcs TOJALKO YEPE3 OKUCAH-
TenpHoE Ackaploxcwanposanue nmox aeicrenem UYK
okcupassl. OnHAaKo, KaK BHISICHEHO, MAaKOPHBIA MyTh
karabomsma UYK in vivo npoxoaut uepes oKuciIeHue
HYK B 2-oxcumnpon-3-yKeycHYIO KHCAOTY H NOCAEY-
OIee [MMKO3UMAMPOSAHAE 34 CYET NPUCOCAMHERUs 7-
rugpoxcarpynnnt [72, 73). Hpyroii kaTaGonmueckuit
nyte HYK ocymecrsagercs uepesd o0pa3osasue KoM-
maexca MYK—auerunacoaprar ¢ 0OCHeRyOIUM €10
OKHCIEHBEM B AMOKCHMHAOI-3-anerunacnaprat-3-O-
rauko3ug [25].

PeryigTOpHBE MeXaHM3Mb KOHTPOJS AYKCHHA-
MH EJeTOYHOro uukna. Mapectno, uro mopdorenern-
yeCKas DPOFPAMMA pa3BuTHsd PacTeHHi peanu3dyercd
MOCPEACTBOM ABYX OCHOBOMOAArAOMHX MPOLECCOB: 06~
pasopannd de novo KJIETOK B MEPUCTEMAaX — MHTO3A H
MOCAERYIIIENO PACTAXCHMS ITMX HOBOC(HODMMPOBAH-
HHX Kaerok [25, 74]. B macrosmee BpeMd Ha Mone-
KYN4pPHOM YPOBHE BHACHCHH MCXAHW3MHL PETYJISLGAH
AYKCHHOM ITHX KMOJYEBLIX Ipoueccor auddepeHnma-
IMH KAETOK, -

Perynguns aykKcAHAMH MHTOTHUCCKOTO LWKAA
OCYIIECTBAAETCA ¢ NOMOINLI0 reTepofuMepHnx Genko-
BWX KOMIUIEKCOB, COCTOSDIMX H3 KATAJATHUCCKOH
cyObeaMHHIN — IMKARH-3aBucHMOd knuadw (CDK)
¥ PEryJAATOPHOH CYObeNMHHIE — IHKIIARA.

Lukauusl pnepsbie MIEHTHOHIMPOBAHN B THIAX
MOpCKOTO €xa (sea urchin eggs) xak Genku, Konsue-
CTBO KOTOPHIX YBCAMUYMBAETCA B TeucHMEe MHTepdhasn
M 3aTEM CHMXAETCHd B TMPOLECCEe MHTO3A WM Meliosa
{75, 76]. BrnocneacTBMM LUMXJIMHB OOHADYXCHH Y
PasHEIX OPTAHM3MOB, B TOM unciIe y rpuboB ¥ qenose-
Ka. BHACHWIOCE, YTO OHH COACPXKAT KOHCEPBATHUBHYIO
AMUHOKHMCAOTHYIC MOCNEA0BATENABHOCTD, H3BECTHYIO
kak cyclin box [77, 78], HeoOxomMMyl0 UIS aKTHBa-
uur CDK [79]. KneToydsil BHKA SYKapUOTHOMH KNeT-
KM XOOpAMHMpYETCH MOC/NEROBATCALHOH AKTHBALHCH
maxaneama CDK, ocymecrsasionieit B obpaTHoM mo-
paake docdopumpopanne uukaanos [75, 80].

C MOMEHTa OTKphTHs uuxnanHOB B 1991 romy v
pasIHYHBX pacTeHmi Obne onpeaeneHo Goablnoe Ko-
muuecTeo reHos mukimHos. Cemme 60 xOHK, xoan-
PYIOIMX TOMOJOTH KUKTHHOB, WASHTH¢MIAPOBAHN H
KJaacCH(UUAPOBAHH v 14 pasnmuHuX BHAOB pACTEHMIl
175, 79, 81—83]; ua nux OGonee 15 pasauuyerx TCHOB
LHKJIAHOBR BHABIeHE Y A, thaliana. Tlo pasHBIM
CEKBEHHPOBAHMS IEHB BCEX H3BECTHHX PACTATEABHHX
LMKAHHOB MOXHO Pa3sACAHTb HA OEBATb Knaccos: Al,
A2, A3, Bi, B2, DI, D2, D3 w D4 {75, 84] ¥

GONLIMMHCTBA 3YKAPHOTHHIX KJETOK, BKAIQUYAS BHCIIME
pacTerus, reHd B-kaacca umkannos sxcnpeccupyrorcs
crienMuueck Ha nporsxenud G2/M dasm knerou-
Horo Oukia. Ilpomoropw remos B-kracca IUKIHHOB
pacreHuil copepXar ofmmit cis-aKTHBHHE 37EMEHT,
Hasmmaemuli MSA snementoM, meobxonumuit maa
dasocneunduueckoin axTupanum npoMortopa [85].
MSA-nonoGHBE MOCACHOBATEIBHOCTM TAKXE HAWICHH
8 npomotopax G2/M-crneuuduueckux reHoB, KOXHPY-
IOMNX KNHE3UH-NORo0uHEE GEiKy, YTO CBANETEIBCTRY-
eT O peryasuMy onpeaencunoro paga G2/ M-cnenngn-
YECKMX TeMoB 00mmM M S A-onocpenoBaHHRM MeXa-
HH3MOM Yy pacrenuii. Ilocaegosarenpsiocrs MSA
aneMeHToB Mofo0Ha ces3yiommM caittam Myb Tpanc-
KpHNUMOHHEX Gakropoe xupoTauX [75], uTo cuze-
TEJILCTBYET O BO3MOXHON ponu Myb $akropos pacre-
HHA B MEAYKUAA repos B-Tuna uMKJIHHOB M APYTHX
FeHOB, Y4acTBYKWIMX B PEryAsSUMM KJIECTOUHOIO IHKJIA
pacTeHnH.

CDK y BceX 3yKapHOTOB NPOSBASIOT CBOKO AKTHE-
uocth yeped docdopuauposanmne cnennduycckax cy6-
CTPaToB MO cepuH/TpeoHMHOBLIM KoHUAM [84]. Takue
ROCTTPAHCASLHONHEE MOAN(HKALHMH SBAAKTCA YHH-
BCPCANBHHM  MCXaHW3MOM  pEryasuHyl NpOBCICHAY
pasnMYHHX CHrHamoB. OHm obecrreuMBaOT OpraHW3-
maM audebepeHuMpoBKY, peryadpyroT POCT H ajamTa-
UHMI0 K OKPYXAlOmuM W3MEHEHHMAM, UYTO SBAJETCS
0cOOCHHO BAXHEIM I8 PACTEHHME BCACACTBHME MX HE-
MOABHXHOTO 00pasa xu3un. JlAuTebHMWI OpraHore-
HE3, MIACTHYHEH DOCT M TOTHIOTEHTHOCTH MOMOrawT
PACTEHMAM IMPOTHBOCTOATL HEXENATENLHLIM YCJAOBH-
am. ¥ pacrenuii obnapyxerno Gonee 30 eupos CDK
[80, 84, 86—91], pasnencHnmx Mo HOMEHKAATYPE Ha
naTb kaaccos [92 1. HanBosee MHOrOUHCNEHHBMM KAdC-
coM CDK gBasiores hpyHKUMOHAALHBIE TOMOJIOTH IDU-
6o — p34cdc2/CDC28 Genkn, coaepXkamme Xapak-
tepabii PSTAIRE moTns, mrpajommii CymecTBEHHYIO
pone B npucoeauHenum umkamros. CDK koHcruTy-
THBHO 3KCOPECCHPYIOTCA HA MPOTSOKCHMH BCEIO KJIC-
TOYHOTO UMKNA, H YHKUMH HX ACCOLMMPYIOTCH C
KOMEETEHTHOCTBI0 KJIETOK K ACJMCHHMI) M MATOTHuE-
CKOli akTuBHOCTHIO [B6, 87, 90].

Hanpumep, y A. thaliana waeRTROWIMPOBZHH
uyerupe kaacca CDX [84, 901 CDC2aAt npunamne-
XuT K Hawbonee oxapaxTepuzoBaHHOMY A-KJaccy
CDK y pacreHuil, MMEOmEeMY BBICOKYI0 CTENICHDB
HACHTHYHOCTH NOCAEJOBATENBHOCTEN K 5YKapHOTHBIM
CDK (63—67 %), TMnuuBLIMH OPEACTABATEASIMU KO-
topux apagoTes CDC2/CDC28 rpubos u CDKI1 »
CDK2 xupotHEx. CDC2aAt coRepXHT KOHCEPBATHR-
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uyo PSTAIRE nocnenoBaTeAbHOCTD B LHMKJIHH-IPHCO-
EMHHAIOHIEM JOMEHE H ABASETCA SAMHCTBEHHBIM NE¢HOM
y Arabidopsis, xoTopuiil HDYHKLHOHANALHO KOMIACMEH-
TAPEH TEMIEPATYPOUYBCTBHTEIBHHM cdc2 MYyTaHTaM
Schizosaccharomyces pombe [84, 91, 93],

K B-knaccy, wam PPT(A/T)LRE, CDK npusazn-
nexar CDC2bAt- m CDC2fAt-nogo6Hue KUHA3H, 06-
MMM XAPAKTEPHRIMH YEPTAMH KOTOPHX GBAAIOTCH
vannyme HexoHcepsatneEo# PSTAIRE nocnenora-
TENbHOCTH B UHKJIMH-DPUCOSAHHSIOMEM JOMEHE, OT-
CYTCTBHE KOMIUIEMEHTAPHOCTH K cdc2/CDC28 mytan-
TaM TrpuOOB H MX 3aBACHMMAg OT a3W KIETOMHOIO
uakaa sxcnpeccus [90, 94). Meropamu adpuuHoi u
HOHOOOMEHHOM XpoMAaTOTpadue HMACHTH(PMIHPOBAHK
CDC2fAt — ananor CDC2MsF Medicago sativa, a
rakxke Apyrue CDC2MsD romonorn Arabidopsis, or-
Hocamguecd X B-wnaccy CDK.

C noMopK MMMYHOJOTHYECKONO aHAIM3A aHTH-
ten k CDC2MsD unentuduuuposan Genok ¢ M. M.
35 xJla 3 xommuekce ¢ Genkamm 158 m 75 x[a,
NPOABNSIOMMMH AKTHBHOCTE KMHA3 rmctoma HI [84,
95); kK MeHEE MHOMOUMCAEHHBM KJactaM KHHA3 OTHO-
carca CDKC, CDKD u CDKE. Tlo pesynstaram
ACCAEROBAHMI VCTAHOBACHA potb pasauunux CDK B
NEACHHH KJIETOK, IPOCTPAHCTECHHOM KOHTPOJIE H ODH-
EHTAIHN ILIOCKOCTH DeJeHWs H pasMepa Kiaerok [76,
80, 84, 88-~92].

MHOroducneHHble 3KCNEPUMERTH MOKA3a I, 4To
KMHA3hl KOHTPOAHPYIOT KAaK PA3BHTHE, TaK M AecTabH-
Juaauupo npenpodassoi neperopoaku (PPB). B vacr-
HOCTH, MUKpOMHbekUMM akTuBHOM CDC2 kuHasu B
knetkH Tradescantia BH3HBAWT OHCTPYK AeNOIMMe-
prsauno PPB 1 vaayIMpYIOT NPEXACEPEMEHHOE pas-
pyincHue #ApepHoM obonouku [96, 97]); mporuBomo-
JoxHuil apdexr Habmogancs npw HMHrEOMpOBAHMMA
CDC2 xunasn cnenudHUYECKMMY HHrHOMTOpaMH, YTO
NpHBOAWIO K 3anepxke xiaeTkn B G2 dasze n crabn-
nusauun PPB [98, 99],

IMKAKH-3aBHCHMBE KHHA3H MOrYT OKa3bBaTh
BAHAHHE Ha akTHBHOCTD MAP (accouMUpOBAHHEHX ¢
mukporpyBoukamu (MT) Genxos); B HaCTHOCTH, MHIH-
Buposanue MAP CDC2 xunasoi cmocolcteyer nepe-
oy MT B BHCOKOAMHAMHYECKHM CTATYC M peryimpy-
€T aKTHBHOCTH OEIKOB-TPAHCIOKATOPOE, MOMIEPXHBA-
OIWKX GHIONAPHOCTE MUTOTHUECKOrO Bepetena {1001].

CDX/uuUK/IMHOBEE KOMIUIEKCH HAXOOATCS NOJ
BAMAHMEM pasAMyHHX (PAXTOPOB M IMPOLYKTOB IKC-
TIPECCHA TEHOB, YTO NMOATBEPAKAAST MHMLMALHKK TPO-
XOXKAEHHA KJIECTOYHOIO LIMKAA KaK MHTErpaapHOM uyac-
TH POrpaMMbl POCT2 M PA3BUTHY B OTBET HA CHTHAJNK
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oKpyxatowei cpeant [75, 86, 871, K Hambonee Bax-
HuM yHKuuaM, BHNOAHAeMaM CDK/unkJInHoBHME
KOMIAEKCAMY, OTHOCATCS DPEFYARLHS KASTOYHOTO
LMK, KOHTDOJIb TPAHCKPHIUMH M KASTOUHOMO MeTa-
6omusma [75, 76, 84, 88, 89, 101).

Cy6erpatamu  CDK/UBKAMHOBEX KOMIIEKCOB
ABAAIOTCH O€/IKM, DEeryNmHpYHOINe TPAHCKPHIILMK,
Oenky LUTOCKENeTa, DENKH, ACCONMMHPOBAHHRIE ¢ XpO-
matuHOM (rmcroH H1), Genku aaepuoit memOpam,
peryasTopuniii 6emox Rb [90, 102], a Takxe MHoro-
YHCIEHHAA TPYNNa BAMAIOIMHX HA MOJMMEPHIAUHI),
cralMALHOCTD M NMPOCTPAHCTBEHHOE pacnosoxenvue MT
M AKTHHOBWX ¢hiaaMenToB Gesnkor-crabuanaaTopos
Wi OecTabuau3aTopoB M MOTOPHEX GENKOB, K uucay
KOTOPBIX OTHOCATCH: pasHuie BAAb MAP, npucyrcrsy-
IOIME y BceX pacTeHuit; Oeakn, yuacTBywmue B
zecrabmauzamun MT B nmepmoa mepexoga KneTks U3
onHoit (Da3k KAECTOUHOTO LKA B APYTYKO, B YacTHO-
CTH, YHHBEPCAALHEIH AN BCEX OPraHU3IMOB IHTO30/b-
Huil docdonporens Op 18/stathmin {103 ); Tpancio-
karopu MT, yuacrsyiomue B 06pasoBaHHH MHTOTHMYE-
ckoro BepereHa, M moropuule KLPs 6eakm (kine-
sin-like proteins), npuyacTHHE X MOAAEPXAHHIO €0
Gunondpuoii crpykrypel [104], a Takxke yHusepcans-
HEM JJIS BCEX PACTCHUMW OTPHUATENRHO 3apsSKEeHHMWIH
moroprbiit KCBP 6enok (kinesin-like calmodulin bin-
ding), coemmuswomumitca ¢ MT ¢ noMombKd Kanb-
uwit/ KanbMORyIMHOBOrO KOMILekca [105]; mMerwmue
MOJIOKHTETBHEIM 3apda MOTODHEE DE/MKH, HAalpHMED,
uaeRTHOULUApOBAHHEE B knetkax Ttabaka TKRP12§
Genok (tobacco kinesin-related polypeptide) ¢ M. M,
125 xJa, ¢yHxkums koToporo Takke CBOAWTCA K MOA-
AepxaHu GunoaspuocTd dpparmonaacra [106]; a-Ty-
GyAMH H acCOLUMMPOBAHHBIE ¢ HuM Denkm, Geskm
peHrpocoM [107], Takuwe xak uentpun [108]; Ge-
oK — romonor ¢gaxrtopa snonraumm EF1-¢ [109] »
apyrie Oenks, HENOCPEACTBEHHO YYACTBYIOLIME B PO~
cTpaHcTBeHHOM hopmuposanuu MT B opraHmsosas-
HHE UeHTpH MHKporybouek (MTOCs), xoumu gsas-
orced HeHtpocoMbl (110]; 6eskM — MMOIMHBI, AMHE-
HE-NOZOOHME NONMUMenTHAN, OeNKH — roMOJOrH KH-
HE3MHA M CEMbS ACCOLMMPOBAHHHX € AKTHHOBLIMM
thunamenTamu 6CIKOB BUILIMHOB/ TE&NTBCONMHOB, Y4acT-
BYWOOIHX B KOHTPOJAE OpraHu3amn aktuHos. O6mapy-
XKEHO, UTO BCE 3TH MOTOpHHE OefKH B3aMMOAEHCTBY-
10T ¢ KaJbBMOAYIHHOM B aKTHBHOCTh KX PETYJIUPYETCS
Ca’"-3aBucumuiM ofpasom [111—116].

Peryaguus CDK/uMkIMHOBOrC KOMILIEKCA OCY-
WECTBASETCS Ha pPasHEIX YPOBHAX: AKTHBALHY €ro
NPOMCXOAUT Yepez (PochOPUAMPOBAHHE NDHM YUYACTUH
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CDK-axrtusupyromeit kusassl CAK1At (CDK-activa-
ting kinase), orsercrBeHHOi 3a cocdoprMpoBaHue
Thr-160 xonua CDK, ofHapyXeHHOTO B DPa3HHX Op-
ragusMax [91, 111—119); umrmbGmpyerca Xe 3TOT
KoMILIekC B ciyyae npucocpunenus CKI - reratms-
Huix peryastopos CDK ¢ mocieayonigM npoTecan3oM
cyObeanumy unkirHOB {84 ].

CyInecTEYIOT MHOTOUHC/IEHHEE aKTh, CayXa-
MME NOKAZATENBCTEOM TOINQ, UTO KOHTPONb KJIETOUHOTO
IMKIA AYKCMHAMH OCYLICCTBJASCTCE 34 CUET PETYJs-
W IKCMPECCHA FEHOB, KOTHPYION[HX PA3HHE KAacChH
CDK u umxnaneos. Hanpumep, pesyaestatal vabnone-
Hi# 332 TPaHCKPHNUMOHHOH aKTHBHOCTHIO reHos CDK
W LUMKJHEHOB MOKA3HWBAKOT, YTO B 00paboTaHHKX ayk-
CMHAMH KJIETKAX ¥ OpraHax pasJHUHHX BHOOB pacTe-
vl nEaynEpyercs cuares CDC2aAt mpoTeMHKUHASZH,
npunagaexamei kK A-kaaccy CDK; dopmupyiomuiics
snocacacrsun CDC2a/Arath:CycD3:1 xoMnaexc nuu-
LEHpYET nNpoxoxacHue S-thase KJETOUHOrO HMKAR
uepes docgopiwposanie Rb Genka peruHoGAaCTOME!
(retinoblastoma protein), 00HAPYXEHHOTO KAK ¥ Mie-
KOonuTawomux, Tak ¥ pactenumd [84, 86, 89, 90, 93,
95, 1021, ¢ nocrenyouwum BeCBOBOXIEHHEM thakTOpa
rpaHckpunuma E2F, Heofxomumoro nig TpaHCKpHI-
[[MW I'€HOB, AKTUBHHX B S-¢hasze, B UACTHOCTH, A-KJac-
¢4 LUKJIUHOB.

Jpyrue aaHHHE CBMAESTEABCTBYIOT O TOM, YTO NpH
ofpaborke xopHen Arabidopsis IKIOTEHHEM 3YKCHHOM
MHIYHUPYETCH 3KCOPECCHS FEHA MHTOTHUYECKOTO LHK-
nuHa CYCRBI:4 [120]. TlpoTupomonoxHuiil 3¢dexT
HaBIIOAAETCA NIPH OTCYTCTBHH AYKCHHA B CYCIEH3HOH-
ROH KYJBTYPE KNeTOK Arabidopsis, POABIAIOMLHACA B
BHpAaXcHHOM CHuxeHun YypoBHell MPHK renos
CYCA2:1, CYCA2:2, CYCBI:1, CYCB2:2 [84, 89,
121 ], uto Takxe 9BAALTCH MOATBEPKICHHEM pEryas-
LMK AYKCHHOM TPAHCKPHTILHH STHX MKJIHHOB.

B HexoTophix pafoTax BBUSCHEHO, YTO NO3UTHBHOE
BJAMSIHHE AYKCHHA Ha JEIEHAE KAETOK OCYWECTBAIETCH
yepes AETPANALMIO HHTHOMTOPOB IKCHPECCHH TEHOB
CDK [84, 122], Hpyrae nauuue of MHAYKUKYE TPaHC-
kpunuud rewos CDK — CDC2At w CDC2Pet nop
BIAMSHHAEM AYKCHHOB MOMYYEHH B CYCTICH3MOHHO-KYTh-
THBHpPYEMHX KneTkax tabGaka u Arabidopsis (93]
BoagefcTere ayKCMHOM BHI3BIBAET OHICTPOE BO3pacTa-
nne yposueit MPHK, xopnpyronmux p34cdc2-mopobusie
Benxu B KaeTkax KopHei tabaka. ITpu 5TOM ycTaHOB-
JICHO, 4TO /19 AKTHBAUMH AYKCHHOM KJAETOUMHONO LIHK-
JAa HeoOXONMMO NPUCYTCTBHE IMTOKMHMHA [84, 123,
124 ]. Kpome voro, 8 CDC2At npoMotope maentudm-
HUPOBAH AYKCHH-CBA3HBAaKOmui onement [123, 125],

YTO YKA3hlBACT HA IIPEMOE YYacTHe ayKCHHA B pery-
JSIUM KCOPECCHH IEHOB KJSTOUHOIG LHMKAA.

B nocremHyue rogs MOAYYEHH TAKXE RAHHWE O
TOM, ¥TO B KJAETKAX PACTEHHA W XHBOTHEIX MHOTOYHC-
JIEHHHE CEMEHCTBA MHUTOTEH-AKTUBMPYEMEIX ITPOTEHMH-
kuHas (MAPK) npuuacTHH K nepegaue pasiavyHBIX
THIIOB CHTHANOB W3 okpyxawmei cpean (ERK tunm
MAPK) n or ¢wnroropmonos. K nuM oTdocarca xupa-
3bl — CTUMYJAATOPH MWTO3a, AudpbepcHUMANH ¥
nponudepaun KAETOK H CTPECC-aKTHBHPYEMBIE [IPO-
TernkgHa3N (SAPK), B Tom unciae SAPK1 (JNK) u
SAPK2 (p38) wmsodopMm kwuHA3, YUACTRYIONIUE B
HHrOHpOBAHMH npoaudbepauun xiaerok [126—129].
IMepeere MAPK pacrenuii orkpute B 1989 ropy, a
yxke B 1998 rony xonumuecTBo wm3BecTHHx MAPK
HacuutuBano Gonee 500, 8 tom umcne 175 obmapy-
XKcHUMX ¥ A, thaliana [130, 131); pasHme reun,
koaapylomue MAPK, ugentuduumposanm Ttakxe B
mouepre [1321], osce [133 1, meryuun [134], Tabake
[135] u merpymke [136].

[Tpd M3yuyeHHUM rOMOJIOIMH AMWHOKHCIOTHHX TIO-
cneposatensHocTedl MAPK MeTonoMm cexkBeHmpoBaHmng
NOKa3aHo, UTO NIBECTHHE B HacToAmee Bpema MAPK
pacreurit Haubonee nonobun ERK-tunam, m cymecr-
BYIOT OaHHHE 00 MX pOJIM B pPasMUuHBLX GopMax
6moruueckux m abmormueckmx crpeccos. ERK-nopo-
6nue MAPK MOXHO paspenwTe, Mo MEHBIICH Mepe, Ha
yeThpe pasanuHpe moarpynne [126 ). B coorBercTRHM
¢ aroit noMeHxuarypoit, MAPK I u Il noarpynn
YYACTBYHOT B NEPeAaue CHIHAJIOR B OTBET Ha BO3mei-
CTBHME MaToreHos W abmormueckmii crpecc [136—138],
B TO BpeMs Kak Hekoropee MAPK 111 v IV moarpynn
BOBJCUEHH B PETyAAOUI0 KJIETOYHOrO nukia [139,
1401,

Hanpumep, obmapyxeno, uro aktusHocts MAPK
Koppenupyet ¢ obpasosammem ¢parMomiacra, Kpome
toro, MAPK peryaupyer crabmnphocts MT uwepes
doctoprmporanne cnemndnueckux abdextopos (ac-
conunpoBaHHEX ¢ MT Oenkop-craburHaaTopos HIH
AecTaCrnn3aTopos, a TakXke MOTOPHEIX GejakoB), yua-
CTBYET B DECYNSUMM TPAHCHOPTA CHHTE3MPYIOMXCHT
MOJIEKYR BOonb chparmomiacta wam audysun oTHX
MOJICKY]t B KAeTouHyw naacterxy {(PPB) 3a cuer
dochopunnpoBaHKE TONOKHTENBHO 3aPIXKEHHBX MO-
ropumx Oenkos [141]. Cerb cepuH/TPEOHHHOBHIX
MPOTEMHKNHAS B KJICTKAX PAaCTCHHN 4BASLETCS YHWBEP-
CAJIBHEIM MCXaHU3MOM Iepeaaul CMTHAI0B M (byHKIH-
OHHPYET KaK EHHHHA LCHTPAJbHRN mpoucccop (cen-
tral processor unit-cpu), nBpEHHMAas uHHbOPMALHIO,
NOCTYNAIIYI® OT PEUCITOPOB, YYBCTBHTENBHBIX K
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CHIHAAAM OKDYXAlmed Ccpeanl, TakMX Kak CBer, u3-
MEHEHHE TEMIIEPATYPH, PPABUTALMS, ATAKH MUKpOOOB
win ocMoTHueckHi macbasaHc, a Takxke duTOoropMo-
HAl, U JAJMEE HA OCHOBAHWH 370 WHGOPMAUMH BH3H-
BACT MAMEHEHHI B DKCAPECCHH TeHOB, HCJACHUM, MeTa-
fonmaMe U pocTe KAETOK, cnocobeTBYs TakuM ofpasom
ajanrtanud pacTEHMH X OKpyxamomei cpege [126—
129, 142, 143].

Axtusnposanre MAPK mpoucxomur ¢ moMompbio
MAPK kunaz (MAPKK), nMelomux BepxHiii ypoBeHb
peryasumn no oraowennio Kk MAPK, uepes docdopn-
JUPOBAHUE TPEOHHHOBHX M THPO3HHOBHIX KOHIIOB,
pacnonoxenswx pOam3u VIII knnasnoro nomena y
pcex MAPK [144, 145). B csoro ouepean, MAPKK
TaKXe aKTHBUpYWTcd nocpeactroMm docopunuposa-
H¥M9 KHHA3aMM, npuHamIexammMi X xnaccy MAPKK
kiHaz (MAPKKK), uMCIOmuX BEpXHMI YPOBCHB pe-
rynauan no otHomeHulo X MAPKK, x koropmm
orHocatca Raf u Mos 6enxu [146].

Tpu supa cienugpuuecknx QyHKIMOHANBHO B3an-
MOCBA3aHHKX mnporcwHkmHais (MAPK, MAPKK,
MAPKKK) dopmnpyioT ocHoBroi Mogyas MAPK ny-
™. Jpyrne MAPKKK knnasu (MAPKKKK) wm G
Benkm, Takne Kak Ras Genxm wam uX rereporpamep-
HElE KOMILTEKCH, (PYHKIMOHHMPYIOT KakK MOCPEAHHKH
MEXIY YYBCTBUTEJIBHBIMH K BHEKJIETOUHBM CHIHANAM
H NOKAMH3OBAHHBIMH B I[L1a3MaTHUECKO#H MembGpane
Oenkamu-penentopamy 1 MAPK monynem [147, 148].

IMposeneniulc GHOXHMMYECKHME M PEHETHHECKHE
uccenosauna [149, 150] nonTeepamis cymecTBoBa-
e MAPK-kackannoro MexaHM3Ma B ONOCPEAOBAHMH
CHTHANOB AYKCMHOB W Apyrux ¢uroropmonos [132
138, 151—1541. Kakx nokasan reHeTMUYecKMii aHamu3
UYBCTBATEJIBHHX K AYKCAHY MYTaHTOB rpm0oB, X KO-
nupyemuim TIRI renom F-box Benxam (SeAgommmces
uyacTsi0 E3 yOMKBHTHHAMTA3HOTO KOMILIEKCA, NPOdB-
asiowero cnenuuyHOCTh B CBA3HBaHMM B dhocdopu-
JIMPOBAHNM AyKCHUH-peryaupyeMux Aux/IAA Genkos
A9 MX MOCASAYIOMEN NErpajaumMM B IIPOTECACOME)
npuHanIeXat peryasropu Gl hasb xNeTouHoro LHK-
na, uanpuMep CDK — unrnburop pd0sicl u G1 uuk-
qunn [135, 156]. O6mue PEST-nocnegoBarenbBocTy,
XAPAXTEPHHE IAA OOMBUIMHCTBZ ITHX OEIKOB, ABAG-
1oTca cafitamu docdopuIHpoBaHna OIS NPOIHH-CIIE-
untuueckux xunasz; CDK MAPK u rmmkorencunrera-
ant kuHa3w 3 (GSK3), yuacTeylomeit B aerpaganmn
pd0sicl u G1 6enxos {157). BosMOXHBHMH YHACTHH-
kamu TIRI-onocpefoBAHHOTO TNPOTEOAN3a FBASIOTCS
Oenxy, pEryIHPYIOMHAE TPAHCKPHIIMIO AyKCUH-HHIY-
LMPYEMBIX TEHOB: AYKCMH-PEFYAMpYeMHil TpaHchak-
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top (ARF1) m Aux/IAA Genxm [149]. ITo sTomy
CUEHApHIO, AYKCHH-3aBUCHMHE KHHa3w docdopunu-
pylor perynsropauie Aux/IAA Genxu (BepodarHo, sin-
JNAI0DMECS PENpeccopaMyt TPAHCKPHUINIMH AYKCHH-HH-
AYLUHPYEMHX PEHOB) H YUACTBYIOT B HMX ACrPAgaLMH.

TMonyueHH AaHHWE O CTUMYJMPYIOIIEM BJIMSIHHR
cuHTeTHueckMx aykceros 2,4-J1 w HYK, a rakxe
npupogHoro aykcuHa WYK va docdopraupyonmyio
aktusaocte MAPK, Hanpumep, ycunenme docopn-
Aupylome# aKTHBHOCTH OCHOBHOTO Oejika MHenmHa
(MBP), a takxe pexombumantHon MAPK nabuona-
nochk npu obpaborke in vitro BY-knerok tabaka cHH-
Tetyeckum ayxcmsom 2,4-J1 [131, 15C). Bucrpoe
pospactaure ocopunupyomeint aktusHocTn MAPK
¢ M. M. ~44 kJla, nposBasomeR cnenuUYHOCTE MO
orHomeHnio K MBP, mpoucxoanno B orser Ha BoImeii-
CTBHE AYKCHAHA B KOPHAX NPOPOCTKOB Arabidopsis.

Nogobuas akrusamus MAPK, uMeommx xapak-
tepucruxy ERK-nonobumx MAPK srexommrarommx,
Habmonanace B kKopHax Arabidopsis, obpabortaHHbix
kax npuponuntm aykcmroM UYK, taxk » cunTeTnue-
cknmmn aykcuHamu: HYK u 2,4-11 [137]. I1pwn reneru-
YecKOM OMNpedc/IeHNHA ayKCHH-MHAynupyemoro MAPK
CHTHAJIBHOINO MYTHM B DPE3HCTEHTHRIX K BO3IEACTBHIO
aykcuHa axrd Mmyranrax Arabidopsis oTMmedMeHO CHH-
XKEHHE KHHAZHOM AKTARHOCTH Oonee uem ma 40 9%, nmpwu
obpaGoTtke aykcunoMm [1358 ],

CymecToyior Takxe cBeneHas o6 aarmfupysouem
gl MAPK Ha skcnpeccmio aykcHH-mHRYLMpye-
MBIX T€HOB, MOJIYYCHHBIE B 3KCOEPUMEHTAX IO TPaHC-
shopmaumu MezohHABHKX TPOTONNACTOE Tabaxa KOH-
CTPYKIMEH, conepXameil penopTCpHbil FeH noj KOHT-
pOJiEM aYKCHH-PETyAKpyeMoro npoMoropa. Peaynibra-
TH 3THX pabOT MOKA3aNH, YTO KOHCTUTYTHBHO AKTHB-
nas MAPKKK raBaxa (NPK1), B HopMe npucyrcrey-
0Ias BO BCEX MACASIIHXCH KJETKAX, AKTHBHpYET
MAPK-nonobumii 6enox, cnemmudnueckn MBrubupyio-
mMAA ayKCUH-MHAYIMPYEMYIO JKcnpeccuio renos [159,
160 ). DonyucHHunie pakTh MOXHO MHTCPNPETHPOBATH
CleayomuM o0pasoM: aKTUBUPYIOUIMECS B NPOLECCE
muTo3a NPK! u MAPK-nopofuuiit Henok MoryT npen-
OTBPAINATE TPORENEHAE CHTHAIOR AYKCHHA B OENA-
mrefcs Knerke, utoOs n36eXaTh BIAUMOBIMAHHS CTH-
MYJIMPYEMEIX 2YKCHHOM NpOLIECCOB, HANPHUMEDP, pacTa-
KeHHd M AC/ICHAS KJIETOK,

B Hacrofmiee Bpems MASHTHOUMLMPOBAH CIIE OIHH
peryasropHEi# kommoHeAT MAPK-curnananHoro nmytu
aykcuHa — MAPK dwocaraza, peryadpywoman ak-
tusHocts MAPK, u nokazana saxwuas poss artoro
t¢cpMeHTa B ayKCHH-HHAYOHPYEMOM pocte Arabidop-
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sis [161]. B uactHOCTH, MpH HCCACIOBAHMHM I'PYTITEL
YCTONUMEHX K BO3OEHCTBHIO AYKCMHA MYTAHTOB H30-
JMPOBAHA {brd MYTAHTHAS NMHMA PACTCHHH, ITPOLBI-
IIKUX He3HAYNTEABHYK UyBCTEMTENbHOCTE K UMK 1
NpPAKTHUECKH HEBOCNPHUMYHBHX K WHIHOMDYIOmUM
xonocHTpauuaM MYK, craTernycckux aykcuuos 2,4-
O, 2,4-IM u HYK, k wuurmbutopaM TpaHcnopra
ayKCHHOB — |-Hadrunranamopoit u 2,3,5-rpuitonben-
30MHOM KHUCNOTAM, a TAKXKe K AOCIM30BOH XmMCiIoTe
(ABK). Memorun ibr5 MyTanTOR nomoBeH TakoBoMy
OPYTHX DPE3UCTEHTHHIX K AYKCHHY MYTaHTOB, HANpPH-
MEp, BHPOCIIUX DPH OCBENICHHA U UMECIOIMUX ANHHHEE
KOPHHE H KOPOTKME TMIOKOTHIHM axr! MmytaHTos. Kpo-
ME TOMQ, BHSCHEHO, YTO B PE3YABTATE ITHX MyTanmi
HApYIIAETCS HOPMANBHOE PA3BHTHE COCYAMCTOM cHcTe-
MH, YBEAHYMBAETCH 3yOUATOCTD JMCTHER H CHHXKAETCH
AKKYMYJIAUMSA AYKCHA-HHIYLMPYEMBX HEPEHOCYHMKOB,
MerogoM WMMYHOONIOTHHrAa M OIpOMOTOpP-pENop-
TEPHOIO TEHETHYECKOrD AHANM3A YCTAHOBJCHO, YTO
akcnpeccus IBRS5 rena HaDmMOAAeTCd BO BCEX TKaHIX
M OPraHax OMKHX LBETYDIHX NOKPHTOCEMCHHHX pac-
rennit. TTokasano, uto TBRS xonupyet OeJIOK, COCTO-
amui #3 237 AMHHOKMCIOTHRYX OCTATKOB (4. 0.},
MMEOmMMH KaTaaurauecknit qomen (49—182 a. o0.), Ha
35 % upeHTHUHBET TAKOBOMY, NPUCYTCTBYIOWEMY Y
MAPK dociaras uenosexka (MKP1 u PACI) [162].
B xome wccrenopaHmil 0oDHADPYXEHRO, YTO KOTHDY-
emas IBR5 reaom MAPK-docdaraza nposenser ge-
thochopuHpYIOIIYI0 AKTHBHOCTR [0 OTHONIEHHMIO K
CHIHA/BHEIM KOMIOHEHTAM KAk aykcmHa, Tak u ABK,
HA OCHOBAHMHM Yero CAejaH BHBOA O ABOHCTBEHHOH
crenEdurunocTy AauHoH MAPK, mopymmpyromeit cur-
HaJbHHE MYTH W aykcaeos, 1 ABK,
IMocnepyomue AeTajJbHHE HCC/IEAOBAHHA MYTaH-
TOB ¢ HAPYWEHHHM OTBETOM HA BO3/EHCTBHE AyKCH-
Hos OyayT coocobcteoBaTh dropMnposarnky Gonee kop-
PEKTHOrO NMPEACTABJICHUS O CTHMYIHPYIOMIEM MY HH-
rubUpYOILEM BAMSHEH 3THX (HTOrOPMOHOE Ha
MPOXOXIEHAE KJCTOMHOTO LHKIA.
AYKCHH-PEryaIMpyemsie reibl, KOHTPOJHPYIOILHE
pacTaxenue KJIeTOK. AyKCHHE! SBJIS0TCA (DHTOrOpMO-
HaM¥, CTHMYJHPYKMWMA 370Hranuo kaerox [25). B
HACTOSIIEE BPEMS H3BECTHO, YTO POCT KAECTOK pacre-
HUl MHHDAMDPYETcd IPOLECCOM IOIVIOMCHHS BOAH,
OPONCXOAAMMM B PE3YJBTATE CTPECCOBOrO paccralie-
HHA KIETOURBIX creHok [74]. Crumyanpys pocr,
hHTOrOpMOHB BBBKBAKNT PACTIXCHUE KICTOUHHX
CTEHOK, OAHAKO BOZHMKEZET BOMpPOC, KAKMM crnocodoM
ato ocymiecTsageTca? Teopus «KMCIOro» pocTa NocTy-
JHPYET, UTO B I1a3MajJeMMe aYKCHH HHAYLHUpYer

paGory H'-moMmm M CEKPELMI0 HWOHOE BOAOPOAA B
KJIETOMHYIO CTEHKY, BCACACTBHC YEr0 MAaTpPHKC Kie-
TOUHLIX CTEHOK 3aKncasfercd. CHHXEHHE BeIHUMHB
pH B anomnacre ycunueaer akTMBHOCTh THAPOJMTHYE-
CKHX (DEPMEHTOB, «Pa3PLiLIAIOLINXs KACTOUHKWE CTEH-
KH, YTQ SBAAETCA HEOOXONHMHM YCJOBMEM I POCTA
KAETOK pacTaxeHueM. OARAKO TEOpud «KMCAOTO» Poc-
TAd HE MBAMETCS YMMBEPCAMBHON ¥ oBmEenpHHATOR.
HanpuMmep, KpUTHK# NOAYEPKHBAKIT, UYTO 3HAUCHHE
pH knerounoit crenku B 08pafoTaHHBIX ayKCHHOM
JJOHTHDYIOIINX TKAHAX 3HAYHTENLHO HE CHHXKASTCH.
Tem He MeHee, BCE MOCTYATH, KACAKIIHECH «KHCIO~
rO» poCTa, XapakTepHH, HANPHMED, ANS POcTa, HRIY-
IUPOBAHHOIO TPUOHEIM TOKCMHOM (y3MKOKIHHOM. K
COXANEHHK), TEXHUYECKHE TPYAHOCTH, TAKHE KAK OT-
peneneuue pH xnmerounoil crewku, seagores hakTo-
POM, OPENATCTBYIOLIMM MPUHSTHIO NPABMILHOIO De-
LIEHHY B BOIHMKIIECH JHCKYCCHH.

KAl0UoM K MOHMMAHMIO MCXAHH3Ma ayKCHH-Dery-
JHPYEMOH JIOHTALHA KJIETOK, HECOMHEHHO, ABISIOTCH
JeTanbHBIC MCCACTOBaHHA OmoreHesa OeNKOBHX M He-
GeMKOBHX KOMMNOHEHTOB KJIETOUHOM CTEHKM, a TaKXe
ruApoMTHYECKkMX depMenTos co cneumduueckoi no
OTHOINEHHIO K 3THM KOMIOHEHTAM AKTHBHOCTHIO. Co-
DIACHO TMONYYEHHHWM HA TPOTSKEHHH TOCACAHAX JICT
NAHHHM, V pAcTeHWi o0HapyXEHH IATHh OCHOBHHIX
KJIACCOB OENKOB KJACTOMHONH CTEHKH, MIPAIOMHX LEHT-
PanLHYK POSb B IPOLECCE POCTE KACTOK PACTIXECHHEM
[163]. K HuM OTHOCATCH FHAPOKCHIIPOIHH-o00raimeH-
ae¢ rmukonporensakl (HRGPs) — skerencaam # 9xc-
NaHCHHK, rauunrH-oboramennse denkn (GRPs), mpo-
auH-oboramennne Oeaxu (PRPS), AekTHHE nacieHo-
BHX H apalusoranakranoeme Genxn, Ilepeuncrennre
HEMKM KIETOYHOH CTEHKH BLIMOJHSIOT MHOXECTBCH-
HHe (PYHKIHH, OCHOBHOM M3 KOTODWX ABNAESTCH YYa-
CTHE B OpraHU3auMM YrIeBONHOND KAPKACa MEepPBHYHOM
KJIETOUHOH CTEHKH, YTO YKAa3HBAET HA HX CYICCTBEH-
HYIO pOJb B DPEryJISLMH POCTA KJETOK PacTAXEHHEM,
Bee ot knaccw 6eAKOB SBASIOTCS JBOMOUMOHHO H
(DYHKIMOHANEHO (/AM3KHMB NC I'MApOKCHTIPOAMH-060-
F4MICHHBIM OCTATKaM M nogoOHBl MO HYKJIEOTHIHOH
[OCAER0BATENBHOCTH HX TeHoB. [IOMHMO BHIIEYKA3aH-
HBX B KAETOYHON CTEHKe OBHAPYXMBAKOTCH M APYTHE
TiOe OEaKOB, TAKME KAK OUCTEMH-000rauieH pe THO-
meuHe, 28- w 70-x/la Boaoperyampyemme 0Oenxm,
oforamerHue MHCTHAMAOM # Tpurrrodanom Geaku. U3
HeDEeNKOBHIX KOMIIOHEHTOB B KJETOUHHX CTEHKAX IO-
MHMO LIE/UTIONIOSH M TEMHLCILII/IO3H, O0pasoBaHHMX
PA3HKIMH BWIAME TIOJHCAXAPHEOB, HAWIEHH TaKXe
NEeKTUH (COCTOAMMHA M3 I'OMOraJaxTyDOHOBHIX M paM-
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HOTaJ4KTYPOHOBRIX TIOJAMCAXAPHUAOB), MMIBHH, KYTHH,
cyfepud ¥ Apyrde HOPOAYKTH BTOPHYHOTO CHHTE3A
[164—1661.

Hupokuit pan depMEHTOR KaTaAN3UPYET MOOM-
thuKaAUNI0 M yyaACTBYET B PACLICIUICHHM MOJIHCAXapHA-~
HHX KOMIIOHEHTOB TeMHIE/IIOIO3RON0 MATPHKCA mep-
BMYHOH KAETOUHOH CTEHKH B MEPHOA POCTA KJETOK
PacTSKEHUEM: MEeporcHaask, Gocdarasnl, UHBEPTA3H,
¢~ H f-manHoazuaase, f-1,3-rmokanass, f-1,4-rmo-
KaHa3kl, aexcrpanask (5-1,6-D-rnokan-6-rmokano-
THAPDJIA3b) M KCHIOTMIOKAKIENOTPAHCIAHKO3HMIIA3E!
(XET), nekTeHOBEHE 3K30- ¥ SHIOMOMHUIATAKTYpPOHA-
3bl, MEKTAHJIAA3H ¥ METHIICTEPA3hl, MATATACTHAPOTE-
Ha3bl, apaGHHO3UAAIN, - U S-TaNaKTOINAA3H, S-I0-
KYDOHO3NIa3kl, -KCHI03MAa3sl, IPOTEA3k M OKCHAA3a
ackopbunoBo# Kucmorw [167—1691.

K 6enxaM, GYHKUMOHMPYIOWMM B LUTONIA3ME M
o0eCIeYHBAICIMM CHHTES BTOPMYHON KASTOUHOMH
creHku, otaocarca [170, 1711 1) uennwrosocurTeTa~
3a (8-1,4-ra0KancHHTETA3a) — KIIOUEBOH (depMeHT
cuHTe3a nenosiosn (l,4-3-rmioxanos) U3 mpegobpa-
30BAHHLX OGMOKOB (MOJIEKYJ IMHOKO3H) — JIOKAH3Y-
ercs ¥ GyHKOvOHMpyeT (Kax ¥ apyrHe (hepMeHTH,
YUaCTBYIOOIME B CHHTE3E NPEAIICCTBEHHHMKOB HE/WLTIO-
JIO3H) B IUIA3MANIEMME KJIETOK (B ee TOALIE), XOTH, 1O
HEKOTOPHM AaHHHM, LE/LTIM030CHHTETa3a MMeeT On-
MOOANBHOE pacnpelciacHHe (T, €. pPacloaOXeHa Kak B
[PHTPAHKYHON € mNa3sMaaeMMOH 30HE KJETOWHOH
CTEHKH, TAK ¥ B caMoil TUiasManemMe); 2) kaanoso-
CHHTETA33 ~— MAXOPHHH NOTHMEp, HPONyIHPYEeMBIi
IA3MATHUECKOH MeMOpaHoil BHCIDNX pacTeHuil. JTor
depMenT 0OECTIEUMBAET CHHTE3 MOJHCAXAPHAA Kaio-
an (1,3-f-rnoKaHoBs).

MopdiorereTHuecks BaXXHEMH eMedTaMu, obec-
TMEYHBAKIIMMA MPOCTPAHCTBEHHONR MHGbOpMaunMed Ho-
BOCHHTE3MPYIONIMECA LE/UTIONO3HEE MUK pOodubpHILIK
H KOHTPOJMPYIOIIMMH HX OPHEHTAUHWIO, ABIAKTCH
koprukaneHue MT, npeacrasngiomue coboit muHaMu-
YECKUE NOMHMEPH, COCTOKUINE M3 TETEPOAUMEPOB O~ ¥
B-cyGreaunun, TySyJMHA, KOTOPHE HAXORATCH B COOT-
Howenun 1:1 [172, 173]. O6HapyXeHa TakXe y-H30-
tdopma TyOyamHa, SBASOWLANCA MHHOPHBIM KOMIIO-
HeutoM MT ® urpamimas omnpeneneHHYKX poiab B
opranuzauuu aapz MT. Pasuue uaohopMu TyGynauna
moryT AudxpepeRUnPOBAHHO MOAYAMPOBATE HYHKUMIO
MT.

B neproa 2n10HrauMK KOHTPOJIb KJAETKOR cTabmib-
HocTH MT ocyuiecTBA4eTCa ¢ MOMOMBIO PA3HEIX MEXa-
Huamor [174, 175]: 1) 33 cueT KayecTBeHHHX H3Me-
HEeHWI 9KCIpecCHM reHos TyOyauHa; 2) mOCpeactrsoM
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UHMKJI0B THPO3HJIMPOBAHUA/ ACTHPOIMIAPOBAHUS M
aueTwiupopaHus S-tyOyausa; 3) uepes uIMeHEHHS BO
B3auMogeAcTBHH Mexay MT u accoummposaHHBME C
MT Geakamu (MAP); 4) docopunuposanvem 6enxos
MT; 5) nocpencTeoM xonebaHuil B ypOBHE KOMIIEHT-
paunyu uonos Ca™. YCTaHOBNEHO TakkKe, UTO HKCTEH-
CHH YYacTByeT B CTabWiIH3auuu KOpTHKaabHex MT.

Acconmanma MT ¢ miasmatuueckoit mMemOpanoit
ABJAAETCA OCHOBHHM MPOLECCOM, DPETyIHPYEIIHEM
¢Bopky xaerouno#l cresku [172, 1761, Cumres nen-
JIO03W  OCYMIECTBIACTCA LEMMION030CHHTETA3HEM
KOMILTEKCOM, 00pa3yIoWnM MeMODAHHBIE PO3ETKH, T10-
OBHXHBIE B IJIOCKOCTH MeMGpanni; MT orparuunsaior
H HANpaBAdKT 3TQ JABMDKEHHE, CO3JABAA KAHAMH 1/1%
HEJUTIONIO30CHHTETASHOIO KOMILIEKCa W, TakuM obpa-
30M, KOHTDOJMPYIOT MOPSNOK PACHONOXKEHHS IE/LTIo-
A03HEIX GUOpUN. B nepmoasl KAETOUHOR IMOHraLHM
a gudpepenuuauns MT npuoSperalor xapakTEpHYIO
NONEPEYHYK) OPMEHTALMIC NQ OTHOLISHWIO K 3MIO0HTH-
pyIOLLEi ocH.

B nacrosmee BpeMa Ha OCHOBAHHHM NAHHEBIX MOp-
ONOTrHUECKOTO M OGHOXHMHYECKOTO AHAIM30B YCTAHOR-
JIEHO, YTO KJETOYHHIE CTEHKHM IBYAOMBHHKX M OAHO-
JOABHHX PACTEHHH OTAMYAKOTCA [0 COCTABY MOJUCAXa-
PHAOB reMULENTK/IOZHOTO MATPUKCA, BCASACTBHE YETO
4YKCHH-DETyJHpYEMEE THADOIMTHUECKME (EepMEHTHI,
UMPAIOIHME KJIIOUERYKD PONib B MEHETHUECKOM KOHTpONE
pocTa KJETOK PACTAXEHHMEM (KOTOpOE NOMMHHMPYET Y
3apoALINIel PAcTEHKIl HA PAHHEM 3TAale TPOPACTAHMA
CEMAH — B Hauade TeMHOBOH asw), npoasagior
auddepeHIUPOBAHAYIO, T. €. cNeNHUUYECKYI0 AKTHB-
HOCTh MO OTHOLICHWIO K PasHHWM BHEAM NOQIMCAXapH-
aos. B pesynprarte mnacrmueckoit monudmxauyn, Bhi-
3BIBAEMOH TMIDOTHTHUYECKMMH epMeHTaMu, CTEHKa
CTAHOBATCY IACTHYHON, ur0 M oDecneymBaer BoO3-
MOXHOCTh €€ DACTSXKEHHHA, KOTOpOe MPOMCXOAMT nac-
CHBHO moj ASHCTBHEM BHYTPHKJISTOUHOIO OCMOTHUE-
CKOI0 JaB/JACHUH, CO3AABACMOrO BAKYO/bIO,

B nepHoR pocTa KACTOK PACTAKEHHMEM AKTHBHPY-
I0TCd MHOIQUHMCICHHHE (PEPMEHTH, YYacTBYIOLIME B
PACIHCILICHHH MOAUCAXAPHIOB MEPBHYHOR OAHOCIIOM-
HOH kjaeTouHOH cTeHKH (copepxamed okomo 30 %
LE/UTIONO3LL) | ¥ KJACCa ABYAQMLHEIX PACTEHHE — TUA-
poauruyeckue depmentni XET (pacwennawomue kcu-
JIOTJIIOKAHOBHE LETN Ha (PPArMEHTH, M3BECTHHE Kak
nona-(xg9) » hepta-(xg7) NOBTOpH Caxapos) M 3Kc-
NAaHCHHE (CIIOCOGCTBYIONIME «Pa3pRIXACHMIO» TIOAHCA-
XAPUMIOB TEMHUC/UIOI03HOTO MATPHKCE, OAHAKO He
IPOYBIAIOMIME CBOMCTE MMAPOMUTHUECKHX (DEepPMEHTOB)
[169, 177—181]; ¥y knacca ORHODOJbHBIX PACTEHHN
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(BonpImas wacTh M3 KOTOPRIX CONEPXHT Meree 5 %
KCHJOM/IIOKAHOB B TEMHIE/LTIONO3HOM MATPHKCE Tep-
BHYHO#H KJIETOUHOW Ccresxm npu npeoSnananmm apabu-
HOTANI2AKTAHOBHX, IIOKYPOHOZpaOHHOKCHIAHOBRIX
(GAX) u nmomuacdeHONBHEX TIONEPEYHHX CHIMBOK) —
THAPOMHTHUECKHMMH (DEpMEHTAMH SBJIIIOTCA JeKCTpa-
Hasa (8-1,6-D-rmoxan-6-rmoxanormaposasa), pac-
MENIA0mas apafuHoralakTAHOBHE IONEPEYHHEE MOC-
THKM € OCBOOOXICHMEM apalMHO3N M IUOKO3H, a
TaKXKe f-ranakTo3uAasa, yYacTRYIOIMias B pacmienie-
Hud 8-1,4-D-rajakTaHoBRIX HOJIEMEPOB ¢ ocBoBoxe-
HHEM rajgaktoss [168, 180].

Dupponuraueckne depmentst XET, pacmenmswo-
ume monucaxapuan (copepxamue S-D-xeunozua mubo
B-D-ranaktosmn-1,2-f-D-kcunoann, ambo S-L-hyxko-
3un-1,2-8-D-ranaxrosun-1,2-f-D-kcHno3un  nenn
[OMHMEPOB) MEPBHYMHOH KJIETOYHOHM CTCHKM ABYIONb-
HHX DACTEHMH B NpOLEcCE ee pacTsaxexug m 00paso-
BaHU$ BTOPHUYHOH CTEHKH, MICHTHGOHIHPOBAHH VY
mHorux pacrennit [169, 181 ). 1o zanueM Becaenosa-
it [181—184 ], soapacranue sxcnpeccHd resoB XET
HAOIIORAETCH MO BO3ASHCTBHEM (PUTOTOPMOHOB AYK-
cuHOB, rulfepe/MHOB ¥ GpaccHHOCTEPORIOE B OHICT-
POpACTYIKX M JMAOHTHMPYIQIMUX TKAHAX JIHCTBEE H
crebneit pacrenuit. B To xe BpeMa ofHapyxeHo, uTO
axtusHocrs XET He Bmcerma xoppenmpyer TOALKO ¢
POCTOBBIMH MPOLECCAMM.

[TonreepxacRueM 3TOTO pakTa CAyXaT AAHHHE O
BrCcOKOH axtTneHocTH XET B BereraTMBHHX TKAHEX H
B cospeparoiux wrogax [185, 186]. MeronoM renetn-
YeCcKOre M MOJEXYASPHO-OMOJOrNUECKOr0 AHAIN3OB
BBISICHEHO, YTO B MEPHOA KJIETOUHOH mudibepeHIAPOB-
KH H HA Craguu coapesans nagbepcHNMPOBAHHO
axkcnpeccupyrorea pasHue rean XET. Hanpumep, y
tomata (Lycopersicon esculentum) X HACTOSIICMY
spemesn oxapakrepusosans K[ IHK kioHE c BRCOKOR
cTencHpl romooram K (XET-BI u tXET-B2 reHam,
IKCIPECCUPYIOMUMCS B 3pensix wioaax [187], k pery-
aupyeMoMy OpaccuHocTepoupamu Le-Brl reny [188],
Kk LeEXT! reny, ypoBEeHB JKCIPECCHMH KOTOPOrO IIOA
poaaeiicTemeM MYK pocTvraeT MakcumymMa B SHHACP-
MANBHHX TKAHSX ANUKaJBHOTC JOHTHPYKIRErO yua-
CTKA MIOKOTHISA STHOMHPOBAHHEX mpopocTkos [189],
a tTakxe X LeXET2 reny, 9Kcrnpeccua KOTopore (HMH-
rufapyeMas ayKCHHOM ¥ CTHMyaapyeMas rubbepes-
JHHOM) ofnvHO HAGMogAeTCs B CpeAHuX K 633anhHEX
30HaX runokorund (rae 370HTALMA [IpeKpalleHd), B
KOpPHAX, CTeOngX, JIMCTBAX, 4 TAKXE HA MNO3AHEX
CTAAMAX CO3PCBARKA TUIONOB.

Hcenenosanng BaMaHus ayKCHHA Ha JKCIIPECCHIO

XET reHos NoKasaad, YTO OJHOBPEMEHHOE BO3pACTa-
HHE AKKYMYISUHH ayKCHH-WHAynupyemoil LeEXT!/
MPHK u cHuxenne Hakonneaus LeXET2 MPHK npo-
HCXOM4T M npu obpaborke B Teuenke 12 u cuHTETHUYE-
CKMM ayKCHHOM 2,4-JI 5THOMMPOBAHHEIX THIMOKOTHICH
tomMata [181]. B ppyrux skcnepumenTax B XoAae
HCCMEAOBAHMS AYKCHH-ABIYIHPDOBAHHOM akcripeccun
EGL! rena (romosormusoro LeEXT! rewy ToMara) B
SMUKOTIIE NOPOXAa TaKXe YCTAHOBJACHO, UTO KOAMYE-
cree MPHK resa EGL! mospacraer npe ofpabortke
CMHTCTHYECKHM ayKcuHoM 2,4-11 B Teuenne 5y [190].

TlonyueHHsie AaHHME O HY¥AMETPAIBHO NMPOTHBO-
nonoxHuX 3ddexrax peryrHpyomero Aeicrerg ayk-
CHHA HA JKCIPECCHIO ABYX IeHOB (LeEXT I n LeXET?2)
TOMATa CBUEETEALCTBYIOT O TOM, UTO 3T FeHhl BHIMO/I-
HAKOT pa3HHE (PYHKLMHM BHYTPH KJCTOYHON CTEHKH:
AYKCHH-WHAYUHPYEME epMeHT, KonmpyeMmun Le-
EXT! reHOM, KaTAIM3HAPYET PACHIETINCHHE KCHIOTIKO-
KaHOBHIX MOJIMMEPOB M OJIMIOMEPOB B NEPHOJ CTHMY-
JUPYEMOTO BHYTPHKJIETOUHHEIM OCMOTHUECKHM OaBJjC-
HHEM PpaCTSXKEHWS [EPBHUHOW KJAETOUHOH CTEHKH,
NEPEeHOCS M BCTPAawBas pPEeRYIMUPOBAHHHEE (PparMEeHTH
KCHJAOMAKIOKAHOBHX UCHCH MEXRY HOBOCHHTE3HDOBAH-
HEIMH [E/UIOIO3HEMA MEKDODHOPHIIAME BTOPHUHON
CTEHKH, TOrAA Kak rubbepenmnu-uuayumpyemnii dep-
MEHT, KOAMpYeMEIH LeXET2 rcHoM, HE IPOABASET
THRAPOMMTUYECKMX CBOHCTB, &, KAK BHISCHEHO, KaTaIn-
3UPYET AHAOTPAHCIINKO3HAHPOBAHHE MEXRY KCAJIOT-
JAOKAHOBHMA NomaMepamu ¢ M, M, Bame 10 xla,
crocofeTaya Takum 00pa3oM HHTErpalHM HOBHX KCH-
JIODTIOKAHOBHIX MOJMCAXZPUAOR B YXe ChOPMUPOBAH-
HYI0 KJETOYHYIO CTEHKY AJIA €€ YTOJNMIEHHS M nojuep-
xaHua uemocrHoctu {181 .

DKCICPEMEHTH 110 M3YYCHMIO BAMIHAS ayKCHHA
Ha AKTMBHOCTL (hepMEHTa AEKCTPaHas3bi, TMAPOIH3NPY-
IOMEel KACTOYHRIE CTCHKM OAHOHOABHBIX PAaCTCHMA,
npoeegess 8 1981 r. aMEpHKAHCKHM YUEeHHM XeHHOM,
NOKA3ABIUIMM, YTO ACKATTMTHPOBAHME AMMKAIbHOR 30-
HH KosieonTwied oBca (Avena sativa) OPHUBOANAT K
MPBOCTAHOBKE POCTA KJCTOK PACTHKEHHEM BCIEACTBHE
NpeKpaleHns NOCTYILIEHHS ayKC¥Ha M3 YyOAICHHON
anukaneHoit 30HH [168]. Ha ochose 3Tix Habmone-
HHii, 3 TAKXE MPH ONPEACICHUA AKTHBHOCTH GEKCTpPa-
HA3H B MEKANIHTHPOBAHHHX ¥ HCACKATHTHDOBAHHBIX
KOJICONTHAAX ORCA C NOMOIILID METOAA TOHKOCIOHHOH
xpoMaTorpadii JOKTOP XCiH CAGAAN BHBON O MOBHI-
LIEHKHM AKTHBHOCTH 3TOr0 (pepMeHTa (Nox BO3AEHCTBU-
EM ayKCHHA, CHHTE3UPYIOWIETrOCS M IOCTYNAIOWErD C
BEPXHEN ANMKAIBHON 30HHI PACTEXKEHHS), DaCmIenis-
JOINETO MOAMCAXAPHAL PEMHLE/UTIOIOIHOTO MATpPHKCA
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MePBRHYHO ANMDepCHIHPORBAHHON KJIETOYHOM CTEHKH B
HEAEKAMUTHPORAHHLEIX KOJEONTHASX OBCA H B TO XE€
BpeMsa 06 MHrHOMPOBAHMM AKTHBHOCTH 3T0r0 (hepmen-
Ta B JEKAMHTHPOBAHHBX KOJCONTMIAX (M3-3a IPEKpa-
LICHWY NOCTYILICHUS aYKCHMHA M3 ANHKAJILHOM 30HH
STMUKOTHAH).

B nocnemnye rogs MORy4YeHH NOApOOHBIE CBEAE-
HHS 0 MHOTOUMCJICHHOM ceMbe (PEPMEHTOB JHAOTIIKKA-
Ha3 (EGs), yyacTByOWMX B pacmemieﬁnn TOACAXAa-
PUAHHX KOMIOHEHTOB OEPBHYHON KJAETOUHOM CTCHKM
B npouecce ee pacraxedna [191]. Cornacuo atum
JagusM, EGs OonbIIMHCTBA PACTEHHH WMEIOT CHr-
HANbHMHA MEITH, ONPCAC/ASIOMHEN NX JOKANH3ANHIO B
IHAOMIAZMATHUECKOM peTHKyayMe. CexpeTHpyeMaie
SHAOHMZ3MATHUECKHM PETHKYIOM SHIOTHIOKAHAZH
DPHHALIEXKAT K CEMCACTBY NCBATH IMIHKO3MATHAPONAS,
NPOSAB/SIONMX WHBEPTHHH TMIPONMM3YIOMANR Mexa-
HH3M gelicTeud. MHBeprupyrwmue rIHKOIMATEAPOSA-
36 OMOCPEAYIOT HAMCHCHWE AHOMETDPHUECKON KOH(u-
rypaugn, crnocofeTBys mnpeo0pasOBAHAID MPOOYKTAa C
IPOTHBONOMIOAKHOHA CTepeoxumueh B cyberpar.

AYKCHH CTHMYJHDYET MX CEKPELMIO B IIEPHILIAS-
My, I OHH TPOABJASIOT TMAPOJATHYECKYID AKTHB-
HOCTh, PACIIETUIAS KCWNOTVIIOKAHOBBIE W OJIMTOCaxa-
PHAHBIE KOMIOHEHTH MNEPBHYHHX KJICTOUYHHIX CTEHOK.
Hanpumep, vy HeKOTOPHX NpPEACTABHTENEH OTHONOIb-
HEIX pacTeHHH, TAKHX Kak KyKypysa (Zea mays) u
aumens (Hordeum vulgare), B TreMHLEMIIONO3ZHOM
MAaTpPHKCE KJETOYHHIX CTEHOK, KpOMe apafdROraaax-
TaHOBHX, GAX H NMOMH(MEHOIBHHX KOMIOHEHTOB, CO-
AEPXKATCA TAKXKE WM Apyrne OMOMOJMMEPH, MMEKMHME
cmemannse ceasu, — 1,3:1,4-8-D-rmokann  [180].
Y(TaHORMEHO, YTO ITH MOJHUCAXAPHAN NEPBOHAYAIBHO
OTCYTCTEYIOT B MEPMCTEMa- THUECKMX KJIETKaX, OOHa-
KO X OBCTPas AKKYMyJasuus (8 pe3yARTATE KOTOPO#
HX Macca gocturaer okomo 20 % ot cyxoil MaccH
KJNETOUHRIX CTEHOK) HAGMIONAeTcd BO BPEMd ayKCHH-
CTUMYJHMPYEMOH 3JI0HTAUMH KOJACOITHIA, IO 3asepme-
HHH KOTOPOH KOAMUECTBO IVIIOK3HOB CHHXAeTcd, a
cogepXanue ITepuOUIHPOBAHHEX THIPDOKCHKOPHUHBIX
KHCAOT H MUTHAR-MIONOOHEIX APOMATHYECKHX COCHHHE-
HK# Bospacraer [192].

BrisicHeHo, uro B pacuwemnenun 1,3:1,4-3-D-raro-
KaHOB B NPOOECCE PACTAXCHAN XKJISTOYHHX CTCHOK ¥y
KYKYDY3H M SUMEHS VUaCTBYIOT THAPOJAUTHUECKHE
cdepmentn auac-1,3:1,4-5-D- n 2x30-8-D-rmokanasms
(180]. NoaTeepxackueM 3T0i MHQOPMALAKM FB/ISIOT-
€A TAKXE IJAHHHE O TOM, YTO B CTHMYJHPYESMbIX
AYKCHHOM IMOHTHDYIOIIMX KJETKAX KOJACONTHASH au-
MeHs npoucxomur aerpagauwms 1,3:1,4-3-D-rmoxanos
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B reMHLEANI0A03HeX noaucaxapuaax [190] C mo-
Momplo HoszepH-Gmor ananm3a wsyucHn adbdexTh
HYK Ha 3KCOpeccHd reHOB, XKOAUPYIOMMX 3HAO-
1,3:1,4-3-D-rmokanazy (reu EJ) u 9k30-8-D-rawoka-
Ha3y (reH EXOI]), katanuaupyoom: rHapoans noju-
CaXapHIoB KACTOUHOH CTeHkM gumens, OOHapyXeHo,
4TO YPOBeHb sKcOopeccun EXOFI rena B o6paoTaHHeix
AYKCHHOM CETMEHTAX TIO CPABHEHUIO C KOHTPOJILHEIMH
OCTAeTCS MOCTOSHHEIM B TeueHue 8§ u, DTH paHHEEe
CBHACTCABCTBYIOT O ToM, 4ro EXOII reH KOHCTHTY-
THBHO 3KCIpeccHpyeTcd WM He peryaupyercs HMYK,
Bospactanme axcnpeccum EI rena Halnwomaercs B
obpatorammeix MYK (107 M) cermenrax Ha 4-ff u
(xommvecTs0 EJ TpaHCKPHNITOR BO3pacTaer B § pas),
Gosee BricOKM1 ypoBeHE aKcnipeccuy EJ reHa oTMeueH
ua 8- u ofpaBoTkn; B TO Xe BPEMa B KOHTPOJIBHHEX
cerMeHTax akcupeccud EJ/ reHa yBeIHUMBAETCA JMMINb
Ha 8-# u, BeanmunHa M. M, TCMHUECATIIO3HKX TI0IHCA-
xapugor nocne 2-u obpaforxm UMYX chosuraercs s
081acTh 3HAYCHMI [T HH3KOMOJIEKVISPHEHX COSTHHE-
Huit. I1v daxTH ykasusalor wa nuddepeHiumposan-
Hyw peryasudio WUYK akcnpeccum redoe suao-
1,3:1,4-8-D- n ax30-8-D-rmokanas.

Cnenyer OTMETHTb, YTO B [OCJAEAHME TOZH Y
MHornx Gakrepudt v rpmbos Takxe macHTHbHIMpOBa-
HH W BHOENEHH 1,4-8-3Hmormoxanass, obianaroume
COEEMGPHUYHOCTBIY ACHCTBHS M0 OTHOWICHUIY X KJETOU-
HEM cTeHKam pacrenmit. Hanpumep, B xome akcrnepu-
MEHTOB, NOCBAIIEHHBIX HM3YYEHHIO SH3MMATHUECKOH
aktueHocTH 1, 4-f-srpornwokanass rpuboR (Komupye-
Moil redoM Celf2A) ua Trichoderma reesei ¢ M, M.
23 xJla, npuxagaexamer K cembe 12 raukoamaruspo-
a3, B WHAKTUBHUPOBAHHBIX TIOK ACACTBHEM BHCOKHX
TEMIEPATYP, 4 3aTem 00paloTaHHHX AYKCHHOM KJe-
TOYHBIX CTEHKAX TMNOKOTHNen orypua (Cucumis sati-
vus cv Burpee Pickler), ycraHoBJeHO, YTO yCHwieHue
MMAPOJATAYECKOH aKTMBHOCTH JaHHOro (pepMeHTa Ha-
GARaeTCy N0 OTHOMICHHI) K KCAJOTMIOKAHORHIM M
1,3:1,4-8-TMOKaHOBHIM MOJHCAXAPHMAAM KJIETOUHBIX
creHOK. B To Xc¢ Bpems AaHHBIH )epMEHT HC TpowB-
Aser moaolHOM AKTMBHOCTH OTHOCHTEIBHO KCHIAHO-
BHIX, apA0HHOKCHAAHOBBIX, TAJAKTOMAHHAHOBMX M ra-
JIAKTaHOBHIX noamcaxapunos [193 ] Peaynbrara aTo#
paBoTh ¥ apyrax mccaeaosanmi [194 ], noceawenHux
BEIACHEHWID pPOJH TI'MAPOAMTHYECKOIO pepMmenra f-
TAKKAHA3BI B MOHEKyJ'ISIth[X MCXAHH3MaX 3aHIHTHHX
peakU¥WH DACTEHHH Ha BO3JIEHCTBHE MATOrEHOB B pac-
Tenusx Tabaka, TpancGOPMUPOBAHHEIX CKOHCTPYMPO-
BAHHBIMM TEHHO-MHXEHEPHBIMY METONAMK OWHAPHBIMA
BEKTOPHBIMM IUIA3MMZAMH, cOopepxawmmyu KombuHa-
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MO H3 TPEX NOC/ISAOBATENLHOCTEH (MOCNENORATE/NB-
HOCTH PAaCTHTENBHOTO MPOMOTOPA, INOCASAOBATENBHO-
CTH, KOQHPYIOWESH NUEEPHBIA UM CHIHANRHBIR NEOTHT
9KCTEHCMHA MOPKOBH, M NOCIAESOBATENBHOCTH, KOIH-
pyrome#l TepmocTabunenyi OGakrepuansuy {(Clost-
ridium thermocellum) -rmoxaHazy (IUXeHaay) C Bul-
COKHM YPOBHEM YRCJIBHOK aKTMBHOCTH), HECOMHCHHO,
OPEACTABAAKT 3HAUHTENBHEN TEOpEeTHUECKMIH 1 mpak-
THUECKAR WMHTEpEC OMd CO3JAHHMA CBEPXYCTOMUHMBHIX K
BO3IEHCTBMIO HeOmaronpuaranx (GaxTOpOE BHEWHEH
CPERN ¥ K TMATONEHAM BUFOB PAacTEHWIA,

OTKpuITHE CEMBH OENKOB ¢- M S-IKCIAHCHHOB
(orrOCammAxXcs K kinaccy HRGPs fenkos), nposeasio-
MEX Cheuudruueckyio MO OTHOWESHHIY K KJIETOUHOH
CTEHKE MATKYH «Pa3phIXISOMYyKX» AKTHBHOCTh IIPH
pH~4,5, nOMOXET cO37aTh HOBHE TOAXOAW K peile-
HAK Hpo6eMB rOpPMOHAMBHO MHAYIHPOBAHHOTO pac-
TAXKEHHA KJAETOMHMX CTCHOK. DKCOAHCMHH MPCACTAB-
As0T coBOM KAACC MOAMOENTHAOB, YYACTEYIOLHX B
NMEepHoA J0HCALMH B TEPMUHAIBHON mudpepeHnma-
UHMH KJIETOK M PeryIdpyliolinx M3MECHCHHA KAETOYHOH
credkd. HanpuMep, TOKA3aHO, UTO B KYJALTYpax Kie-
TOK in vitro TIpw U3YuYECHWA CHHXPOHHO AndxpepeHnm-
PYIOMMXCA 3ACMEHTOR Tpaxed M3 UnHHMH (Zinnia
elegans) HABMOAANOCH YCHJIEHME SKCIPECCHH TpPEX
sunioe MPHK, xonupyiomux ZeExpl, ZeExpl,
ZeExp3 sxcmancunst {195 ], O6sapyxeno, 4yro y 21010
pacteHus Bce ykazauuuie MPHK cmuTeanpyiorcs B
OCHOBHOM B KJIETKAX, NPHACTAIMX K [OpPOTO- M
MCTAKCHICME COCY/IOB, M B KJCTKAX, PACTIONOXEHHRIX
B PagMANbHOM HaNpapjieHUy MO OTHOMIEHHIO K KaM-
6ui0; mpuuem mosHmenue yposaeit MPHK ZeExpl n
Zc¢Exp3 okcmancEHOB HaOmogaercs B ANHMKANbHBIX
JOHTMPYIIIHX 30HAX POCTA, TOTHA KaK YpOBEHb
ZeExp2 MPHK Bospactaer B HazaabHeIX 30HAX POCTA.

BuISICHEHR TaKXe OCODEHHOCTH MEXAHH3MA AEHCT-
BHs 3KCHAHCHHOB, MHIYUMDPYHIIMX B TEUCHHE KOPOT-
KOro BpeMeHHOro mnepuoga (<1 MHH, BO3MOXHO,
BCAEACTBME OrpaHmMyeHHON audysun) pacTsxkerne
KJETOYHBIX CTEHOK Og3 MMAPONN3a MX MAaXOPHHX N0~
HCaxXapuoB (T. €. BHI3HIBAIOHINX, B OTJIMYME OT THApPO-
JHTHYCCKHX ¢hepPMEHTOB, NJIABHOE CMEMICHHE MOIMCA-
XapUROB MATPYKCE KJASTOYHOH CTEHKH 0e3 sHAMMTCb-
HHX W3MeHeHHi ee ¢TpyKType) [1961].

Kak ycranosneHo, cymiecTByeT (DYHKIMOHAIBHOS
B33UMOIEACTBYE MEXKIY JKCIMAHCAHAMH B HEKOTODEIMH
THAPOAA3aMH, NEAAKMMMH KIETOUHHE CTEHKH Honee
YYBCTBUTENBLHEIMA K BO3ACHCTBHIO SKCIAHCHHOB (NpH-
yeM 00HAPYXEHO HAJMYAE COEUUDHUHOCTH BO3NENCT-
BHA JKCHAHCHHOB HA LE/IIOI030KCHIONTIOKAHOBHE

KOMNOHEHTH ¥ B TO X& BPEMA €€ OTCYTCTBHE B CAyuae
NE/UTIONO30NTIOKOMAHHAHOBRX H rOMOIMaI4KTY POHAHO-
BHIX MOMUMEPOR KJACTOUHON crerku) [197 ). [Monyuenm
TAKXE JOAHHEIC, CBHUAETENBCTBYIOLIME O B33MMOCBA3H
MEXIY YPOBHEM TOPMOHOB AYKCHHOB M AKTUBHOCTBIO
IKCcmaHcHHOB, Hanpumep, yCHIEHHME JKCOpeccHu
LeExp2 rena sxkcmaHcuHa nabmioaanocsh npr obpabor-
K¢ CHHTETHUECKHMM ayKCuHOM 2,4-]1 B reuenwe 12 uy
ITHOMMPOBAHHHX THMOKOTWACH PacTYIIMX NJIOKOB TO-
Mara (Lycopersicon esculentum cv Moneymaker)
[190].

Takum 06pazoM, KOHTPOIb POCTa KJIETOK pacTs-
XEHHEM Y DACTEHHHA OCYLICCTBIAAETCH ABYMH KOODZH-
HHPOBAHHEIMM MCXaHM3MaMH NEPECTPOHKA KACTOUHON
CTEHKH: ONMH M3 HMX 3aKJII0UY3ETCd B AMCCOLMALIAYM
MOIHMEPOE CTEHKH, A4 BTOPOH — B IUIABHOM H3MeHe-
HEM €€ CTPYKTYpH (€3 TuAPOnu3a NOAHCAXapHAOH
MaTpukca. B cO3maHMM APXHTEKTYPW [OBYXCIOHHOMN
BTOpHYHO AUDPepeHIHpOBAHHON KICTOUHOH CTEHKH
(comepxamen a0 60 9% wDeNT0A03H OTHOCHTENBHO
oflei MACcCH CTEHOK) KakK Y ABYAOJABHBIX, TAK M
ONHOZONBHHX PACTEHMH KJIIOUEBasd POJb MPUHANACKMT
thepMeHTAM LEIUTON030CHHATETA3E M KAIO30CHTETA-
3¢ (OTHOCAIMMXCA K KJNACCY MHTErpaabHEX MeMOpaH-
HHX 2Hpo-1,4-8-5HAOrMOKAHA3, BXOAAIUMX B COCTAB
LE/UTIONIO30CHHTETASHOTO  KOMITICKCE, OCYIICCTBASI0-
wero BHOCHATES UEANIAOFHHX KOMINOHEHTOB NMa3Ma-
THYECKHX MeMOpaH BTOPHUYHBIX KJIETOUMHHX CTEHOK ¥
KOHTPONMPYKIIUX DACIOIOXKCHIRE HOBOCHHTE3apOBaH-
HHX aMOphHHX HLUTIOMOIHHKX LEHCH, 4 TAKXE HX
ANMHY MNOCPEACTBOM DETVIMPOBAHHA TEPMMHALMM HX
OuocuHTe3a) M pany (PEPMEHTOB, YHYACTBYIOIIHX B
IIMKO3U/IHPORAHHN B PYKOIUAMPOBAHKN KCHIOTIIOKA-
Hopmx, apafusHoranakraposmx nm GAX nonwcaxapu-
0B, IUIOTHO TEPETUISTAIONIMX LEJUTIONO3HEE MUKPO-
UGpr/LTE 1S IPHAAHHA TIPOYHOCTH CTEHKE.

B Hacrosmiee BpeMA KAOHMPOBAHB M CPABHHUTENb-
HO H3YYeHH NOCAEAOBATEIBHOCTH FEHOB UE/LTHI030-
cuHTeTasel M KaanoszocuHteTasml (CesAl n CesA2),
IRCIPECCHPYIOMMXCSY B mepuol GOpMMpOBAaHHA BTO-
PHYHOMR KJETOUHON CTCHKH BOJAOKOH XJIOMKA, @ TAKXE
reHoB GaKTEpPHANBHOM LE/LTIIO30CAHTETA3H H KaLIo-
socuureraznt [198 ], Tramecmeumdmueckas kempec-
CHd IeHa LEe/UTFJIO30CHHTETAa3H MCCAEI0BaHa Y pacTe-
"ol Arabidopsis, TpaHChOPDMHPOBAHHKX TIEHETHYE-
CKOH XOHCTPYKIUHCH, COA€PXAMEH NPOMOTOPHHE
TOCNEeNoBATENABHOCTH reHa CesA4 Ue/TioN030CHHTETd-
36 BOAOKOH XJonka, cauteix ¢ GUS penoprepHbiM
TeHOM: Y MOJOOEIX MpopocTkoB GUS axcnpeccus Ha-
BiromaeTcd B KOpH#X, 4 Ha 00ee MO3OHMX CTAOUEX
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PasBUTHA OHA OTMEYASTCA M B IECTHKAX LIBETKOB, B
BCPXYIIKAX ¥ OCHOBAHMSX CTPYYKOB, B COCYAMCTHX
TKAHAX JUCThCE; YBEAWUeHMEe aKTHBHOCTH CesA4 npo-
MOTOpA BEIGBJCHO B TPMXOMAX (TONBKO B GA3aJIBHON
YACTH) W B YCTBHYHHX KJIETKAX HA IIOBEPXHOCTH
JIHCTBEB.

HorHe cBeldeHHd O OWOCHHTE3e NC/TKONO3BL H
HOeHTHOHUKALMM TEHOB, KOAMPYIOMMX KOMIIOHEHTH!
LLEAMIOACIOCHHTETA3HOTO (PEPMCHTATABEOIO KOMILICK-
ca, MONYuYeHW npu mayucHsum radialswelling (rswl n
rsw2) u korrigan mytaHTOB Arabidopsis ¢ HapymeH-
HpiM GuocHHTe3oM nemonodw (199 Meronom reme-
THUECKOTC aHanm3a y Arabidopsis wicHTHbHUMpOBA-
HO, 0 McHbmei Mepe, 17 reHOB, KOAMPYIOMHX Cexpe-
THPYEMHE DSHIONMAIMATHUCCKHMM DPETHKYJIYMOM
ruapoantaueckue EGs, w jgume tpu reHa: KOR,
KOR2 u KOR3, Kog¥pyIOIMHX JNOKAJTH30BAHHHE B
mempane EGs, oTHocammecs K Kjaccy LEITIOA030-
CHHTETA3,

YcraHoBneHo, uTo MyTaius korrigan ONHOR H3
ACCOLMMPOBAHHbX ¢ MemOpadoit EGs, xommpyemoi
KOR renoMm, npusoguT Kk ofpasosaunio abeppantHoit
KJCTOYHOR Heperopoak¥ (YTo CBHAETENBCTBYET O
kouesoi pon XOR B IMTOKMHESE KICTKH), HENOCT-
DOCHHOH KJETOYHOM CTEHKM (BCJIEACTBHE HH3KOrQ
YPOBHS LETIONIOSH) M K MHOTOSIEPHOCTH KJETOK, B
pesyasTaTe Yero BO3HMKAIOT PA3jHUHHC ASEKTH B
Mopdoaorur npopoctkor Arabidopsis [200], Buacue-
HO, 4T0 KOR reH HKCIPECCHPYETCd NOBCEMECTHO B
MeMOpaHax pasHBIX TKaHeldl pacTeHHil, B To BpeMd Kak
KOR2 v KORJ3 renn mapdepeHumpoBAHHO JKCIpec-
CAPYIOTCS B TPHXOMAX Pa3BHBAKOIIMXCE JTHCTREB. Kpo-
Me Toro, akcmapeccms KOR2Z rewa Habmiopaercs B
BOJIOCKAX PAa3BHBAIOMIMXCA KOpHEH B 30He nuddepe-
uManmy, B 623ATBHLIX YYACTKAX JINCTHER H (iopais-
HEIX OpraHos, Torma Kkak KORJ3 reH skcnpeccupyerca
TaKXe B COCYAMCTHIX NyYKax MesodhmeHOM TRaHm
auctees [201].

YCTAHOBACHO, YTO AYKCHH HE NOBHILACT 3HAYM-
TEILHO YPOBEHDb 3KcnpeccHd KOR reHa, KOAMPYIOMIETO
Senok ¢ M. M. 72 k[1a, H TOMOJIOTHYHEIX EMY TM'EHOB —
Celd rena Tomara (L. esculentum), KOEEPYIOIIETO
Beaok ¢ M. M. 68,5 klla, u Cell6 rema macrymmeeit
cyMku (Brassica napus), xomupywwero Oenok 69
klla, uTO gBIgETCT MOKA3ATENBCTBOM (DYHKLMOHAIH-
HOTO OTNIHYHS JOKAMn30BauHmx B memOpane EGs or
CEKPETHPYEMBIX SHAOIIAIMATHYCCKAM PETHKYIYMOM
a2YKCHH-pEeryIupyeMex raaponutHueckux EGs [202).

Hcenenosanna rsw2 myrtaHtos Arabidopsis, an-
JEAbHHX korrigan MyTaHTaM, TOKasaad, 4To rsw2
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MYTaHTH SABJGIOTCS TEMIEPATYDPOMYBCTBHTENBHBIMH,
chenoTHmuecKu NOAOGHEIMH MYTAHTHEIM N0 OHOCHH-
Te3y NEJUTIONO3N rswl pacTeHMaM M IpORYLHPYIOT
meHee 50 % nenInosH B KOPHAX 110 CPABHEHHIO ¢
AMKHUMA THOAMH DPaCcTEHHE TIPH OTIPEREMeHHON TemIie-
patype [203]. Bonee Toro, y rsw2 MyranToB obnapy-
xKeHH HeOOMBIINE OTKIOHEHHS B MPOAYKIHH TIONHCA-
XapHOOB TIeMHIECTIONOIHOMN MATPHKCA KJCTOYHOH
creHku. Y korrigan MyTanToB Halal00aeTcds yBenuue-
HHE KISTOK B AwaMerpe, 00pasyloTcd OTBEPCTHS B
KJIETOYHBIX CTEHKAX H TPOACXOMUT OKOHUYATEILHOE
pa3pPYLIEHME KIETOK BCAGACTBHE HU3KHX YDOBHEH
wenmoaosn, llogoSHuwe aBneHHs oO0HApYXREHH B Y
rsw2 MYTAaHTOB, YTCG CBWASTEABCTBYET O KAKOYEBOH
pona Cell6 u KOR renos B BHOCHHTE3E HEATIONO3K B
NEPHOA PACTAXEHUA KIETOK.

Ha npoTaXeHHM HECKONBKMX HNOCASAHMX JET C
NoMOWbH (MYHKUMOHATLHOTD TEHOMHOTO AHAMH3A
HACHTH(HUMDOEAHL H CXaPAKTEPH3ORAHB TeHbl tep-
MEHTOB, YUACTBYIOIIHX B GHOCHHTE3E KCWIOTTIOKAHO-
BEIX, apaluHoranaxtanosmx u GAX moawmcaxapuaos
eMHLEIIONO3HOr0 MAaTpHKCa KJAETOUHOH CTEHKH,
MPOUHO NEPEIUISTAIOWHY HELOA03HNE MUK podnub-
puanie. K HAM OTHOCSTCS WIEHH CEMENCTBA IeHOB
(hepMEHTOR, BOBJEHCHHMX B OHOCHHTE3 KCHMJIOTIIOKA-
HOB — KCHJIOIUIIOK3HOBHIE KCWIO3UNTpaHohepasw (Ha-
npumep, A{XT/ ren H rpynma TrOMOJIOTHYHEIX €MY
reHoB, HasBaHHHXx AtGT2-7 y Arabidopsis) [2041],
cemeiicreo CSL redor (cellulose syn- thase-like),
KOAHPYIOIMX KCHJIOTTIOKAHIVIIOKAHCHHTETA3y, yMacT-
BYKILYIO B GMOCHHTE3C KOMIIOHEHTOB TEMMUE/IION03-
HON0 MaTpHMKCa, COSTHHMIOINX MeXay coDOM KCHmor-
MOKAHOBLIC TIONMMCAXapHabl (B YaCcTHOCTH, B CEMEHAX
ryapa wuuoeHTéuuupoBaH romomor (SLA rena Ara-
bidopsis, noxanu3oBauamiA B MeMOpaHAX KOMMIEKCA
Fompgxu ® xoaupyrommit j3-1,4-ManHaHCHHTETA3Y)
[205], renn depMeHTA KCHAGHCHHTETAIM (B YACTHO-
cru, XS1 ren npopoctkos puca) [200 ], oteercTBenHOM
3a Omocunres GAX TmOAMCAXapHOB, COCTOSIOHX M3
B-1,4-kcunaHoB, cBa3auunx ¢ B-1,3-apafuuozoil n
B-1,2-rmokypoHOBONM KHUC/AOTO#, 4 TakXe reHm dep-
MEHTA CAHOKAHCMHTETASH, KATAIHZMPYHOWENR GHoCHH-
te3 f-1,4-TMI0KAHOB, MMEIOLIMX BBHICOKYIY M. M. {Ha-
npamep, GS§/! red, uacHTHGhANHPOBAHHBINA B ME30KO-
THASX KyKypyss) [206].

Meronom PCR-ananmsa y pasaMyHbBX PACTCHUEH
ApeuTadnunposadn 37 AIFUT reHoB KCHJIOTMIOKAH-
cneundrueckux f#-1,0- u §-1,2-dykosunrpancdepas,
KOOMDYEMHX, Hanpumep, AIFUTI—AIFUTS reHamn
Arabidopsis, 1 raukosunTpanchepas, KOINPYEMBIX, B
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Puc. 3. CxematHueckoe M300paXeHUE CTPYKTYPE THIMYHAIX KCHI0-
TIHKAHOBMX MOMcaxapraos, oﬁﬂapyxcenﬂux B KJNETOMHOI CTEHKE
MHOTHX IBYAONBHBIX PACTEHMIL, 3 Taxxe DepMenTos ux GrocuHTesd
[206]: rnrOKAHCHHTETAS, YHACTBYOMMX & CMHTEAE rmokaHos (Clc),
a-pyxosuntpancdepas, f-ranakrosuarpancdepas ¥ a-KCHAOIHIT-
pancdepas, NPUCOEIMHAIOMMK K HOBOCHHTEIUPOBAHHBIM [IIOKAHAM
MONERYRsl ONMrocaxapumos: ¢yxosst (Fue), ranaxroser (Gal) u
Kewioast (Xyl) COOTBETCTBEHHO

vactHOoCcTH, AtFUT 1 renom Arabidopsis [207, 2081 n
PsFUTI resom ropoxa (Pisum sativurmt) [209], ocy-
HECTBATIOMUX (PYKOZWIRPOBAHAC ¥ TIMKO3HIMPOBA-
HHE KCWIOIMIKOKAHOBEX, PAMHOT2ZNAKTYPOHARHOBHX H
apalUHOTAIAKTAHOBHX MOJIMCAXAPMAOB, 4 TAKXKE ra-
JAKTOMAHHAHOBBIX Ta/JIaKTO3MWITPAHC(HEpas, NU30JUDPO-
BAHHHEIX, B YACTHOCTH, Y NMAXWUTHWUKA ceHHoro (Trigo-
nella foenum-graecum) [210]) ¥ KCHWIOIJIIOKaHOBEIX
ranakToauATpancdepas, KOGHPYEMEIX, Hanpumep,
MURJ3 renom Arabidopsis [211}, yvacTByoomux B
raaKxTO3WINPOBAHHHA COOTBETCTBEHHO TaJakTOMAHHA-
HOBHIX M KCMJIOT/IIOKAHOBHIX KOMIIOHEHTOB KJIETOMHOMU
creskH {puc. 3}.

Hayuenme TtraHecmenndHUYeckod IKCIpeccHH
AtFUT renos Arabidopsis mokaiano, uYTO BRICOKHE
yposrM OKcrpeccun AtFUT4 reHa Habmionawotca B
3pe/ibX JHCTESX W KOPHSAX, a oskcnpeccus AfFUTS
reHa npeofjazaer, B OCHOBHOM, B KOPHAX AMKHX
tumop pacteumit, Mecaenosanus ocolennocreit Guo-
cuHTE3a (DYKO3El Y MYTAaHTHHIX affutl pacreHwi CBH-
AETENBCTBYIOT 00 OTCYTCTBHH (DYKO3bl B KCHJIOIJIIOKA~
HOBHIX KOMIIOHEHTAX, BhIAC/ACHHBIX W3 KOpHE#H M JHC-
TheB ITHX pacreHuil, B To Xe BpeMd THNEP3KCIIPECCHS
AtFUTI reHa B TPAHCTEHHHX pPACTCHHAX BLI3WRAET
NOBHIICHEYH (yKOZHATPAHCPEPA3HYI0 AKTHBHOCLTH
00 CPAaBHEHHMIO ¢ AMKHMH BHIAMM PAacTEHM, OIHaKo
KCHJAOT/IIOKAHOBBIE OJIMIOCAXAPUALI TPAHCTEHHHMX H
AHMKHX THIIOB PACTEHMI COZEPKAT CPABHMMEIC KOJIKUC-
crBa YKO3Bl, UTO OOPACHACTCH OTPAHMUYCHHEM HYJIOM
MOAXOASIMX akKueaTopHux cyberpatos [2001].

EHETHYECKHR H JMUFEHETHYECKWHA KOHTPOJIE POCTA PACTEHMHE

Kak ycTaHoBncHo, Bece BHIUENEPEURCIEHHKE (hep-
MEHTH DMOCHHTESA MOMHCAXAPHAOE TEMHIE/LITION03HO-
TO MATPHKCA KJECTOYHON CTCHKM JOKAAM3YIOTCH B
ammapare lonbaxn m seamorca MemBpannunivmu Genxa-
MH, CONCPXAMMUMHA KOPOTKMH AMMHOTEpPMUHAIBHHIN
moMeH, ofpamieHHw# K LHTONIA3ME, EAMHAYHSIN
TpaHcMEeMODaBHE TOMEH, OTAENEHHHH oT rnobyaap-
HOM KaTANMUTHUCCKOH uacT DEAKOB MOCAEN0BATEILHO-
CTAMH PA3IMYHOH JUIMHEEL, a TAKXC TMOPOQHIbHBI
KapOOKCHTEPMUHANBHKE AOMEH, COMEPXAIIWi aKTHB-
HbBE caifiT, pacnosoXeHHWH B [OJOCTH aNNapara
Tonpaxm [212]. B nepuox pocTa KNETOK PACTXKCHHEM
3TH (PepMEHTH TPAHCTIOPTHPYIOTCH B KJETOUHYIO CTEH-
KY ¥ y4yacreyloT B ee Momudukanun. [lokasaHo tax-
Xe, UTO IKCHpeccud reHOB THX (PepMeHTOB MHTrHOU-
pycTes CBeTOM (KAK BHISCHEHO, 3TOT MPOLIECC Onocpe-
Byetcd HTOXpOMOM Uepes TOPMOH AYKCMH, YPDOECHD
KOTOPOTO CHHXKACTCA MOA BO3AeHCcTBMEM cBerta). [lpu
STOM BHABACHO, B YACTHOCTH, YTO JK3OTeHHad obpa-
Borka UMYX MeaokoTHael KYKYpyael BpEXOTEDAIAET
CBETOMHIYUHPYEMOE CHUXEHME YPOBHA TPAHCKPHTILYH
GS!I rena (213, 2141,

MHorourcieHHEIE UCIEAOBAHAS CBHAETEIBCTBYIOT
0 TOM, yto Haubonee 3HAYMTENARHYHI POJAb B OpraHH-
3a0HHM NPOYHOH, moxobHol Meranno-BeToHHON KOHCT-
PYKIMH BTODHUHOM KIeTOUHOM CTEHKH, BLIIOIHSET
MaXOpHBIH, NPUCYTCTBYIOUIMI y BCEX BHICHIMX pACTe-
Huil Gesiok aKcreHCHMH (M, M, 30 k/la), xomupyeMuii
HRGP remom {163, 215). DxcreHcay — BHCOKONOAO-
KUTETBHO 3apsXeHHM Genok (er0 M3oanexTpuycckan
Touka — pl = 9}. Ero xonuuecrso cocrasaser no 10 %
OT BCeX OEJKOB CTEHXH, DKCHPECCHS TeHa KCTEHCHMHA
BO3PACTAET B MEPHOA CTHMYJHPOBAHHOTO AYKCHHOM
PACTLKEeHUS KJETOUHON CTEHKM, a TaKXe ToH BoaneH-
CTBHEM HeOMaronpuaTHuX (HAKTOPOB BHELIHECH Cpeam
¥ ODATOTeHOB ([IpEeANOIAraeTcs, UTO SKCTEHCHH CBSA3LI-
BT OTPHMIATEIBHO 3apAKEHHHE TMATOTCHH ¥ TIPEROT-
BPAIIACT MX MOCTYMACHHE BHYTDh KAeTOK). Mexauw-
YeCKYI0 MPOYHOCTE KJIETOYHOH CTEHKM IKCTEHCHH YCH-
JIMBAET 33 CYeT 00pA30BAHNA MOHHEX M KOBAJAEHTHHIX
ceadell ¢ APYrMMM TIOMMEPaMM, B U3aCcTHOCTH, C NEK-
THHAMH, YCTAHOBJEHO, YTO KATATH3ATOPOM 3ALMTHON
pPEeaAKuMH KJIETOK B OTBET Ha ASHCTBHE DIHCHTOPOS HIH
OKCHAATABHELA CTPECC ABASIOTCS (PEPMEHTH TEPOKCH-
Iasu, cruMyaupyiomme OmcTpoe nocrymienue (6es
CHHTE3a de nOoVD) IKCTEHCHHA B KJIETOUHYIO CTEHKY H
Ero BIAMMONEHCTBHE C IOJMCAXAapUAAMH, MOBHIIAS
TEM CaMhiM ee npouyHocte {216, 217). Takas Guicrpas
peaku|s FgBISeTcd NePBHUHBIM 33IUMTHHIM OTBETOM
KJIETKH, B TO BPEMA KaK BTOPHUHAR OTBETHAA peakuus
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COCTOMT B YCHJCHMH TPAHCKPHOIUH 3KCTEHCHHA U
APYruxX 3alATHEX COCHMHeHu# (AedeH3nHOB, duToa-
AexcHHOB M (peHonbHHEX coenwHeHHMin) [163, 2181
Hanpumep, npu M3yucHMM MCXaHM3MA 3aLATHON pe-
AKUWY KAJMAYCHHX KJETOK €BPONEHCKHX KYJIbTYP BH-
uHorpaga (Vitis vinifera L. cv Touriga), 3apaXeHHBX
wramMmMammn Plasmopara viticola w Uncinula necator,
BHI3HBAIIAMH 3a007€BAHHE MWIABKY WIM JNOXHO-
MYUYHHCTYIO POCY, OTMEUEHa OHCTpasd AKKYMYJSIAd
GvP1 rnmkomporenHa akcTeHcHHA ¢ M. M. 89.9 k/la B
OTBET HA JNMCHTOPHOC ACHCTBHE HKCTCHCHHIICPOKCM-
aasnl (EP) ¢ M, M. 40 xIIa [2101].

INonyyeHH AAHHEE O PETYIMDPYIOMEM BJAMAHHUH
4YKCHHA Ha JKCOPECCHIO MEPOKCHAA3, JKCICPHMEHTHI,
B XOAE KOTOPHIX H3VYand w3odepMeHTHHH CIekTp
nepokcHnas npu  mHAyumpyemoM HWYK  pHsoreHeze
ITHOJMHPOBAHHKMYX YEPEHKOB hacoas, NOKAZaNH, YTO
10-kparaoe yeenHucHWE OOPA3OBAHME MPHAATOUHBIX
KOPHEH B 2THOMMPOBAHHEIX depeHKax (acoau mpomc-
XOMYT B peaympTaTe 4-4 oOpabOTKH MX pACTBOPOM
WUYK (8-10° M) [219]. Hauano nudipepesumponxu
KOpHEBHX mpuMmopaver (72 u mocse obpaborku UYK)
XapaKTEPH3CBANOCh TPEXKPATHBHIM YHEJAWYCHUEM 00-
el AKTABHOCTE TMEPOKCHAAZ3 B 30HAX pPH3OreHes3a.
AHanus xpoMartorpadHHecKoro pasAeicHHS CyMMmap-
HOM hpakuuy NepoKCcHIas MoKasaa, uTo noda AeHCTBU-
eM HYK xonmuecTso AaHMOHHBX NEPOKCHAA3 B MHAY-
UIHPOBAKHBIX K DH3IOrERE3Y YEPEHKAX YBEMHUUBAIOCH
¢ 4 go 6. Haubonee CylCCTBEHHBE W3MEHCHMA ION
pauasnem UYK npomcxonmnu s #3ohepmentHOM co-
CTABE AHMOHHBIX NEpoKcupas. [lig HMX XAPAKTEPHO
nosiBsicHME ABYX HOBHX H3odopM (R, 0,23 u 0,76),
KOTOPHE MOTYT CAYXHTb MAapKepaM¥ ayKCHH-33aBUCH-
MOTO PH3OTeHe3a. Pe3ybTaTh HAHHBIX JKCIICPHMEH-
TOB MOKA341H TAKXE, YTO BCE MACHTH(PHIAPOBAHHHE
HepoKcHAass obaanand crnocoSHOCTEIO AexapbOKCHIH-
posats 1-['*CJUYK in vitro npu fobasnenvu B peak-
INOHHYK) CPERY KODAKTOPOR (DePMECHTATHRHOND OKHC-
neuna UYK (wonos Mn™ m n-KymapoBo#t KMCAOTSI),
YTQ CBHAETEALCTBYET O IIPAMOM YUYACTHH MEPOKCHAA3
B peryasumd Meraboamama UYK. Kak ycranosneso s
xone apyrux uccaemoeanmit {2201}, nocBsmeHANX KH-
Heruke n3MeHeRus ypoBHS YK vepes 8 u 24 u nocne
ce BBefeHus B ucpeHok (hacomm, uacte UYK moxer
OKHC/IATLCE IIOA BAMIHUEM NEPOKCHZa3, a JApyrag
YACTH — CBASHBATBECA CO CrenmuguuecKuMH peLenTo-
paMH 1 TAKUM 00pazoM aKTHBHPOBATH NPOLECC Oc/e-
HHS M PACTSDKEHHA KJIETOK. BHRISICHEHO TakXe, 4To
pons cBoeobpasamX nporexropoR okucacaua UYK y
PacTeHuil BEINOIHAIOT KBCPLETHH ¥ APYTHE AHOKCHbE-
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HOJIH, CIIOCOOHBIC OKWCAATHCH MOA ASHCTBHEM NEPOK-
capasm pansmre, yeM UYK, nmpeporeparmas tem ca-
MM ee okucneHme., He menee Baxmuoil dymxuueit
noanhecHOARHMX COSAMHEHUH, ABAAETCH OOpa30oBaHHE
JUTHMHOBHX NOMUMMEPOs, OPUIamm#x ocobyo mpod-
HOCTb BTOPHUYHBIM KJIETOUHEM CTEHKAM T0 OKOHUAHWHA
HX pacrsaxeHud. Takum 08pa3oMm, BHTIEHAIOKEHHHIE
PE3yAbTATH MCC/AEAOBAHHH, HECOMHEHHO, CBUACTEb-
CTBYIOT O CYIUECTBORAHMH AYKCHH-DETYAMPYEMOH KOM-
IUIEKCHO# 3HAOTeHHOH mporpaMmbl audhpepesunanun
¥ CHISUHATHIAUNAN KJIETOK PacTEeHuH.

3axaueHHe, JHAYNTEIBHHE YCIEXH B M3YYEHHH
MEXaHH3MOB DPETVISTODHOTO JEHCTBHA AYKCHHA Ha
KJIOUEBHE JTans AndxpepeHUHPOBKH KJIETOK -— MpO-
HECCH RCJICHAS M PACTAXECHHS KJACTOK JAKT OCHOBA-
HES AN4 AaabHeHmnx QyHIaMeHTaJbHHEX MCCIeA0BA-
Huil €r0 POJMH B PETY/ISIAA JKCIPECCHE TEHOB Ha BCEX
CTaMsX OHTOrcHE3a PAcTCHMH, KOTOPHC MOMXHBE MO-
CIYXHUTh IPOIPECCY B CO3MAHMM HOBHX IEHHO-HHXE-
HepHux OHOTexHomorwil. B mepcrnekTune Takwe paspa-
60TKM MOryT ObITH MCMOMB3OBAHK /IS KOPPEKUMH
KMOUYEBHX 3Tanos MopdorcHesa pacreHuil, CO3AaHUS
fonee IPONYKTHBHLIX H YCTOWUHBHIX K HebJarcnpusr-
HHM aKTOpaM OKPYXAKMEH CPEilbl COPTOB PACTEHM.

V. A Tsygankova, 1. A. Galkina, L. I. Musatenko, K. M. Sytnik

Genetic and epigenetic contro! of plant growth and development.
Genes of auxin biosynthesis and auxin-regulated genes controlling
plant cell division and extension

Summary

In the review a spectrum of enzymes' genes determining different
ways of indole-3-acetic acid (IAA) biosynthesis identified at
Arabidopsis Is given: the TRP! gene of antranilat phosphoribo-
syltransferase I, TRP3 gene of tryptophane synthase and family
NIT genes of nitrilase, catalysing tryptophane-independent way of
1A A biosynthesis from precursor indole-3-acetonitrile; CYP798 and
CYP83B1 genes (members of family cytochromes P450 genes),
controlling IAA biosynthesis from tryptophane; the enzymes' genes,
catalysing of the 1AA biosynthesis from indole-3-butyric acid: the
PXA! and PEX14 genes of peroxisomal membrane proteins — the
ABC-ATPas family members, the PEXS5S and PEX7 genes of
eytoplasmic protein receptors, genes of peroxisomal matrix proteins-
enzymes (acx3 gene of acyl-CoA oxidase, aiml gene of multifun-
ctional protein and ped! gene of thiolase), enzymes' genes cata-
lysing synthesis of IAA-conjugates and their hydrolysis — the genes
of TAGLc synthase, TAInos transferase, serin carboxypeptidase-like
IAInos acyltransferase and IAR3 gene of 1AA-Ala hydrolase. The
nomenclature and classification of the auxin-regulated penes res-
ponsible for the cell division are presented: cyclin genes and
activated by them cyclin-dependent protein kinases, as well as genes
of numerous family of mitogen-activated protein kinases. The
auxin-induced genes of enzymes participating in biosynthesis and
hydrolysis of polysaccharides components of plant cell walls in the
period of their growth by extension are considered in detail: the EI
gene of endo-1,3:1,4-8-D-glucanase and EXOIT gene of exo-f-D-
glucanase, numerous families XET genes of xyloglucan endotrans-
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glycosylases, ZeEXP genes of expansins, AtFUT genes of xylo-
glucan-specific B-1,6- and B-1,2-fucosyltransferases and glyco-
syltransferases, CSL genes of xyloglucan glucan synthases and
B-1,4-mannan synthases, MUR genes xyloglucan golactosyltrans-
ferases as well as AtXT1! gene and homologous AiGT2-7 genes
xyloglucan xylosyltransferases at Arabidopsis; the XS1 gene of
xylansynthase at rice, and also GS1 gene of plucansynthase at corn.
A possible role of cell wall protein — extensin (encoded by the
auxin-regulated HRGP gene) in the plants defence from pathogens
and unfavourable factors of external environment is discussed.

Key words: genes of indole-3-acetic acid (IAA} biosynthesis;
auxin-regulated genes responsible for plant cell division and ex-
tension.

B. A. L{ucouxosa, JI. A. Farxing, J. I. Mycamenxo, K. M. Cumnux

Cenernunmit | enireHeTHUHMIA XOHTPOJE POCTY i POSBUTKY POCTMH.
Fenn GiocHHTEdy AYKCHMHY § TEHM, IO DETFYMOHITHCH AYKCHHOM Ta
KOHTPOXIOIOTHL NMOALN i pO3TIrHeHHS KIHTUH POCAMH

Peaome

B oeandi posensmymo crexmp cemis, aki Gemepminyromoe pisui
wanxu Giocunmeay indonin-3-oumosol xucaomu (10K), idenmu-
dixosanux y Arabidopsis: TRPI1 zena awmpaninampocdopubosun-
mpaucgepazuw 1, TRP3 zena mpunmogancummasu | podunu NIT
2EHIB HIMPUAAZ, WO KAMARIIYIOMb MPUNMOPAH-HEFAREKHUIL wWAnX
Biocurmesy TOK i3 nonepeduuxa indon-3-auemonimpuny; CYP798
ma CYP83B! eenis (unenia podunu zenia yumoxpomie P450), axi
xormpomoioms Giccunmes IOK i3 mpunmogany, cenie epmen-
mia, wo xamanizyiome Giocumwmes IOK 3 indoain-3-macasmol
xucnomu: PXAl 1 PEXI4 :enis NepaKcucoMHux membpawnux
Biakia — yaenis podunu ABC-ATPa3, PEX5 | PEX7 cenie uumon-
agamamuvrux Ginxis-peyenmopis, 2erid nepoXcucOMHUX MAMPuK-
chux Ginkig-gepmenmis (acxd cena ayun-CoA oxcudasu, aiml ¢ena
bacamogynkuionanshoeo Giaxa | ped] cena mioaasu), 2exia thep-
MERMIE, WO xamani3yioms ymeopenns kow'iozamis TOK ma [xuid
cifponia: cemie TAGLc cunmasu, fAInos mpanciepasu, cepunxap-
Boxcunenmudas-nodibnol IAInos auuampancepasu [ IAR3 zena
T0K-Ara cidponasw. IIpedcmadner0d HOMEHKAGMYpPY [ Kaacugi-
Kayiio zewis, AKI pecymoiOomeca aykcunom | sidnosidaioms 3a
Knimunnul noOlA ZeniB YUKAINIG Ma WUKMR-3ANEXHUX npomein-
KiH@S, G MAKOX 2eHi@ HUCACHHO! POfumi MIMO2en-aXmusoeaHux
npomeinkinas. Jemaneno poseanHymo 2enu gepmenmio, wo pezy-
JIOIOMBCE aykcunom | Bepyms ywacmn y Giocuwme3di | 2idponrisi
RORICAXAPUIHUX KOMNOHEHMIEG CMIMOK KAIMUK DOCAUH ¥ nepiod
ixns020 poemy posmactnennam: EI zem endo-1,3:1,4-8-D-crwrana-
au i EXOIT eewn ax3o-f-D-cmoxanad, wucaenni podunu XET cenia
xouroeoxanenwdompance nikozuna3, ZeEXP enia excnancunie,
AFFUT zenia xcunocmoxan-cneyugpiviux f-1,6- i 8-1,2-pyxosun-
mpancgepas | enixoszuampancepepas, CSL cenia xcungzmoxaninwo-
kaucunmas ma f-1,4-manancunmas, MUR 2emis xcunozmoxanoaux
canakmounmpancgepai, a maxkox ArtXT1 zen [ 20M010204ni
AtGT2-7 2emu KCuNOZMOKAHOBUX Kounosurmpancegepas y Arabi-
dopsis; X8I cen xcunancunmazu y pucy ma GSI 2en cOKGHCUH-
masu y Kykypyosu. OQb6zosoprwoemocs pons cmpyxmypHoio Ginke
KRimunoE ominku — excmencuny (4o xodyemses HRGP cenonm,
QKWL PELYRIOEMbCR QYKCUHOM} ¥ 3axucmi pocau 8i0 namocenie i
Hecnpuamauaux paxmopie dosxiins.

Kniouwoal croaa: cenu Glocummesy indonin-3-oymodol xucnonu
(TOK): cenut, aKi pecymoiombcA QyKCUHOM ma aidnosidaioms 3a
nodin [ pOIMASHEHHR KAIMUH DOCRMH.
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