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Jleknus faeT coBpeMeHHbIe IPEACTABICHUS O MEXaHU3MaxX peleNuy IUTOKMHIHA TPAHCAYKINHA erO CHT-
HaJla Ha TeHbI IEPBUYHOTO ¥ BTOPUYHOI'O OTBETOB, & TAKXKE MOKA3BIBACT CBSI3b OBICTPHIX MOJICKYIISIPHBIX,
HHYIUPOBAHHBIX IUTOKWHIHOM IPOLECCOB C BBI3BIBAEMBIMH MU (pu3uonorndeckumMu apgexramu. O6-
CYKIAFOTCSl XapAKTEPUCTUKN [UTOKHHUHOBOI PETYISTOPHOI CHCTEMBI, €€ MECTO U POJIb LISl POCTa U pas-

BUTHUS PACTUTEIJILHOI'O OpraHnu3Mma.
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AAUUA IKCNpeCcCUU 2eH08 — aaﬂbneaucmanuuonnaﬂ KOMMYHUKAUUS

NCTOPUA OTKPBITUA HUTOKNMHWHOB

uToknHNHLI (Ha3BaHHbIC BHAUAJIC KHUHIHAMHI**)
OblTM  OOHapyXkeHbl B nabopatopuun P. Ckyra
(CIIA) yxke 6onee nonseka Hazap [1]; ogHaKo TOMb-
KO cefiuac, B XXI Beke, Haualll OTKPbIBATHCS OCHOB-
HbIE 3aKOHOMEPHOCTH UX MOJIEKYJISIPHOTO JICHCTBUSI.
IlepBbIil WCKYCCTBEHHO TIOJNYYEHHBIN IUTOKWHUH
(KMHETUH) TPOSIBUJI CBOIO OMOJIOTHMYECKYIO aKTHUB-
HOCTh BHauaje B CTEPUJIbLHON KyJIbType TKaHen pac-
TeHWI KaK BEIIEeCTBO, CTUMYJHUPYIOIIee IeeHue
KJIETOK U pocT KayrycoB. C y4eToM TOro, 4YTo mpef-
MOJIOKEHUE O CYIIECTBOBAHUM MOJOOHBIX PETYIISITO-
POB B pacTeHusix ObuU1O BbIABHHYTO I'. XaOepnaHp-
toM (I'epmanms) emie B Havane XX B. [2, c. 125], uu-
TOKWHWHBI ObUIN ObICTPO MPUUYUCIEHBI K OCHOBHBIM
ropMoHaMm pacteHuil. Kak MbI cefiaac moHIMaeMm, 3T0
OBIJIO CAENTaHO HECKOJbKO MPEKAEBPEMEHHO, TaK
KaK B TO BpeMs He ObLIM CTPOrO MOKa3aHbl HU MpU-
CYTCTBHE KWHETUH-TIOOOHBIX COSMHEHNI B pacTe-
HHW, HA UX SHJOTeHHbIH OMOCUHTE3.

TlepBbIit TpUPOAHBI IUTOKUHNH 3€aTHH U3 3apOJbI-
el KyKypy3bl ObUT BbIIeJIeH 1 ormcaH Letham c coasr.
(ABctpanus) [4, 5] TUIIB COYCTS TOYTH IECATUIIETHE MO-
cie nony4yeHust CKyroM ¢ coabT. [1] cCMHTETH4eCKOro 1u-

* [lo matepuanam YaiinaxsaoBckoro ureHus 2006 r.

** [IpaBunbHee ObLIO Obl IEPEUMEHOBATH “KMHUHBI HE B “IH-
TO-", a B “(DUTOKUHKHBI’, 0003HAYAsI TEM CaMBIM KaK UX (PyHK-
LU0, TaK U MPUHA/JIEXKHOCTD K IIapCTBY pacTeHHi (IpefioxKe-
o Kohler u Conrad B 1966 r. [3]).

Coxpawerusn: ®nD — ¢ocdommmasza [I; 2KC — nByXKOMIIOHEHTHAST
cucrema; DZ — nuruppo3eatus; iP — n3onenreHunaneHny; Z — 3ea-
TuH; ARR — Gesnku-perynsaropsl orBeTa (apadugoncuca); GUS —
[TIIOKYpPOHUAA3a.

Aopec oaa koppecnondenyuu.: Pomanos I'eopruit Anexcangpo-
BuY. 127276 MockBa, Borannyeckas yiu., 35. UacturyT pusuo-
aoruu pacrenuii PAH. ®axkc: 007 (495) 977-80-18; anexTpon-
Hag noura: gar@ippras.ru
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TOKWHVHA KNHETHHA, a OMOCHHTE3 UTOKWHUHOB B pac-
TEHUSIX ObL JOKa3aH SIOHCKMMM HCCIENOBaTEISIMU
sk B 2001 1. [6, 7], T.e. yke B XXI B.

CTPYKTYPA IMTOKNHNHOB

CTpyKTypa TJaBHBIX NPUPOAHBIX IUTOKWHIHOB
noka3ana Ha puc. 1. LIMTOKMHUHBI IPEACTABIISIOT CO-
001 OTHOCHTEJIBHO NPOCThIE IPOU3BOJIHBIE AJCHUHA
UJIY afleHO3MHa, MOIM(PUIIMPOBAaHHbIE 110 aTOMY a30-
Ta B 6-M IOJOXEHNN IECTUWICHHOTO TeTEPOLMKIIA.
Y 60abIIMHCTBA UUTOKMHUHOB B 9TOM MOJIOXKEHUHU K
ajleHNHy IpHCcOefHeHa KOpoTKas anucarudeckas
Lenb ocTaTKa n3onenTenuia. Eciam ata nenb ocraeT-
csl HeMOAU(UIMPOBAHHON, IUTOKMHUHBI OTHOCST K
rpylIe M30NEHTEHWIbHBbIX (UUTOKMHUHBI iP-THma).
OpHako B pacTeHUsIX CyIIECTBYIOT (pepMEHTHI, THA-
pOKcUIupyromue anugaTHiecKyro Lelb IO KOHIe-
BOMy aToMy yriepopa [8]. IMEHHO IUTOKMHUHBI C
TUAPOKCUIIMPOBAHHON aMn(aTHIEeCKO LETBIO MOIY-
YUy Ha3BaHHWE 3€aTHHOB (IMTOKWHUHBI Z-THUIIA).
Bo3MOXHBI 1Ba OCHOBHBIX TUIIA CTEPEOU30MEPOB 3€-
aTUHOB: MpaHc- U yuc-3eaTud. B Monexyne mparic-
3eaTUHa TMPOKCUI OOKOBOM LIETM HANIPAaBJIEH B CTO-
POHY OT alcHHHOBOI'O T'€TEPOLUKIIA; MPAHC-3€aTUH
cuuTaeTcss Haubojiee pacnpOCTPAHEHHBIM M aKTHB-
HbIM LUTOKMHHHOM B pacTeHMsX. Y uuc-3eaTHHA
KOHIIEBOY THIPOKCUJI, HA00OPOT, CONMKEH C aflcHH-
HOBBIM SIIPOM, IPUYEM BO3MOKHO 00pa3oBaHKE BO-
ITOPOMHON CBsI3W MexXAy BopgopogoM OH-rpynmber u
aTOMOM a30Ta B 1-M MOJIOKEeHNU aileHNHOBOT'O TeTe-
pouykia (puc. 1) [9]. Cpegu Apyrux NpupOgHbIX IATO-
KMHUHOB IIMPOKO M3BECTHBI Takue, Kak AUTUApO3ea-
TuH (DZ), y KOTOpOro BoccTaHOBIIEHA JBONHAsI CBSA3b
6okoBont nemu, BATI, a Takxke TonoyiuH, OOHApPYyKeH-
HbIii IEPBOHAYAJIBHO B PAaCTEHMSIX TOIOJISI apoMaThye-
CKUIl IUTOKUHMH, Y KOTOPOT'O BMECTO auaTnieckon
LENH MPUCYTCTBYET OCTaTOK 3-rufgpokcndensuna [10].
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Puc. 1. CTpyKTypbl THIMYHBIX HUTOKMHUHOB. Kin — kuHeTnH; BA — BAIT; iP — n3onenTeHunagesus; cZ — yuc-3eaTus; tZ — mpaHc-

3eatuH; TD — TugnasypoH.

IIMTOKMHUHBI ¥ UX aHAJIOTU MOTYT ObITh IOJTYYEHbI
IyTEM OTHOCHUTEIBHO HECIIOKHOTO XMMUYECKOTO CHH-
Te3a; MO3TOMY U3BECTHO MHOXKECTBO Pa3HOOOPA3HBIX
CHUHTETUYECKUX UUTOKUHUHOB C PA3JMYHON CTEIEHBIO
akTHBHOCTA. Ha mpakTuke 4Yauie BCEro NMPUMEHSIOT
CPABHUTEINIBHO JIETKO CHHTE3UPYEMbIE U YCTONUMBbLIE
IMTOKMHUHLI, TakKue Kak KuHeTuH, BAIl w/unmm mu3o-
MEHTCHUIAICHYH.

IToMIMO IMTOKMHMHOB — IPOU3BONHBIX afCHUHA,
LIUTOKUHUHOBAsI aKTUBHOCTh Obli1a OOHAPY>KEHA y CUH-
TETUYECKUX MPOU3BOAHBIX (peHnnMoueBuHsl! [11]. He-
KOTOpbIE€ U3 NPOU3BOAHBIX (DEHWIMOYEBHUHBI, TAKHE,
kak N-cennn-N'-(1,2,3-tuauazon-5-mwr)MoueBuHa (TU-
nua3ypoH) win N-perun-N'-(2-x10po-4-mpuaun)Mo-
yeBnHa (4PU-30), mposiBIsisin BBICOKYIO (hU3NOIIOTAIE-
CKYIO aKTHBHOCTB, CXOJHYIO C TaKOBOH HamboJjee ak-
THUBHBIX IPUPOJHBIX IUTOKUHUHOB [12, 13].

PACITPOCTPAHEHHOCTb HUTOKNMHMNHOB

IlluToKuHUHBI pacnpocTpaHeHbl B Ouocdepe no-
BCEMECTHO B OYKBAJILHOM cMbIcie ciioBa. OHM OOHa-
PYKMBAIOTCS IPAKTUYECKH BO BCEX KMBBIX OPraHU3-
Max, B TOM YHCJI€ B OpraHU3Me 4YeJIOBEKa, a TaKKe B
BOJIE U MOYBE. BHOCHHTE3 IMTOKMHIUHOB IPOUCXOUT
B BBICIINX PAaCTEHUSIX, MXaX, BOJOPOCISX, psaje Oak-
Tepuil rpuOOB U ake HEKOTOPBIX HACEKOMBbIX-TIapa-
3uTax pacreHuil. VI3 aTux oO0BEKTOB LUTOKUHUHBI
NOMNA/IaloT B IIOYBY U Pa3jMyYHbIe BOAHBIE PE3EPBYya-
pBI. Y XUBOTHBIX TaKXKe OOHapy>KUBalOTCs HEOONb-
M€ KOJIUYeCTBAa HUTOKMHUHOB, XOTs 3TU COE[[UHE-
HMS BpSJl M UMEIOT TaM TOPMOHANbHbIE (DYHKIWH.
Jleno B ToM, uTo oTaensHble u3odopmel TPHK co-
fepxkaT W30NEHTEHUINpPOBaHHbIe 1O N6 ocTaTKu

ajIeHNHA 110 COCEJICTBY C aHTUKOHAOHOM [14]. DT mo-
nupUIEPOBAHHBIE OCHOBAHUSI OOBIYHO MPECTaBIIsI-
IOT COOOM yuc-3eaTHH WIIM W3OINCHTCHWIAJCHUH, a
TakKe HUX MeTWITHOnpou3BopHble. Ilpum pacnape
TPHK nuTOKuHMHBI BEICBOOOXKIAIOTCS M B MPUHIIN-
I MOTJIX ObI BJIMSTH HA METAa00IN3M KOMIIETEHTHBIX
kaetok. OnHako y pacrenuit TPHK, mo-sugumomy,
HE SIBJISIETCS OCHOBHBIM U CYIIIECTBEHHBIM UCTOYHU-
KOM UUTOKHMHUHOB [15]. ¥ HUTOKMHUH-NIPORYIUPYIO-
ux 6akTepuil Takke OOHAPYKEHbI (pepMEHTHI Nps-
Moro, He yepe3 TPHK, 6uocuHTe3a muTOKMHUHOB. B
OTINYNE OT CBOOOMHBIX iP-IMTOKMHUHOB, KOTOpPHIE
TUIPOKCUJIUPYIOTCSI B PACTEHUAX C OOpa30BAHUEM
ele 6osee aKTUBHOTO MpaHc-3eaTnHa, iP B cocTaBe
TPHK rupgpokcunupyeTcsi, HampOTHUB, ¢ 0Opa30BaHU-
€M MaJIOaKTUBHOTO yuc-3eaTuHa [14].

Copep:kaHre TUTOKMHUHOB BO BHYTPEHHUX KHUJIKO-
CTSIX (COKAX) pacTeHU OOBIYHO HEBEJIMKO, HA YPOBHE
HaHOMOJIEN UM JlecsITKa HaHoMonen. KcnineMHBIA COK
COIEp>KUT OOJbIIIe IUTOKMHUHOB Z-TUMa (OOBIYHO B
(popme pnbO3HIOB) U TEM OTINIAETCS OT (HITOIMHOTO
coka, cofiepxkarero 6oubliie iP-iuTokuHUHOB [16].

®HU3NOIOTUYECKOE NENCTBUE
HIUTOKNHMHOB

IuTokuHuHBl 00JIafalOT MHOrooOpasHbIM (hu-
3MOJIOTUYECKUM JeicTBHEM Ha pacreHust [17-19],
MIPUYEM XapaKTep JEUCTBHS 3THX TOPMOHOB CHJIBHO
3aBUCUT OT UX KOHIeHTpauuu. OJHUM U3 BaxKHEH-
mux 3(p(peKTOB IMTOKUHUHOB, O6J1arofapst KOTOPOMY
9TH (PUTOTOPMOHBI U ObLIU OOHAPYXKEHBI, SIBISETCA
CTUMYJIALUSl AeJeHus KiIeToK. MHorue 3¢geKTsl
OUTOKMHINHOB Ha OPraHU3MEHHOM YPOBHE, HalpH-
OU3UOJIOTNA PACTEHUM
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Mep, GopMHUpPOBaHUE COCYJUCTBIX TKaHEN B KOPHSX,
0OYCIIOBJIEHBI IMEHHO WX CHOCOOHOCTHIO CTHMYIIH-
pOBaTh JIelIeHWE OMNpeAeJIeHHON Tpynmbl KIEeTOK-
MIpEAIECTBEHHUKOB.

Poct pacrennit BHonb npogoibHON OcH, 00YCI0B-
JIEHHbIA (PYHKIMOHUPOBAHUEM alUKalIbHBIX MEpH-
cTeM mobera M KOPHS, HaXOAUTCS MOJ] KOHTPOIJIEM
UATOKVMHUHOB COBMECTHO C aykcuHamu [2, 20, 21].
IIpu 3TOM LMTOKUHMUHBI B (PU3UOIOrMYECKUX KOH-
LUEHTPAIMIX CTUMYJIUPYIOT alliKajlbHYIO MEPUCTEMY
U pocT moGera, HO TOAABISIIOT MEPUCTEMY M POCT
KOpH# [22, 23]. ITomumo aeneHus, TATOKMHUHBI CIIO-
COOCTBYIOT TaKe PacCTSKEHHIO KIETOK, OCOOEHHO B
TUCTBSIX U ceMsapodsax. Hapsay ¢ aykcuHamu, nuTo-
KUHUHBI B 3HAYUTEIBHON CTeneHN (hOPMUPYIOT (pe-
HOTUI PacTeHusl, CTUMYJIHPYST POCT OOKOBBIX MOGe-
roB, HO OAABJISII POCT OOKOBBIX KOpHell. Bmecre ¢
ayKCMHAMU W THOOEepeNinHaMi ITUTOKMHUHBI (hop-
MHUPYIOT JOHOPHO—aKIENTOPHbIE OTHOIIIEHHS B pac-
TEHUH, YCUIIMBAs aTTPArUPYIOLIYIO CHOCOOHOCTD OT-
AEJIbHBIX OPTraHOB UJIKU UX YacTeil. B KyabType pactu-
TeNbHBIX KaJNIyCOB WU TKaHEH UIUTOKUHUHBI
BBI3BIBAIOT (POpMHUpPOBaHKME NOOETOB. LIMTOKMHUHBI
CIOCOOCTBYIOT (POTOCHHTE3Y, aKTUBUPYS (pOPMHIPO-
BaHUE XJIOPOIJIACTOB, YacTO Jlaxke B TEMHOTe. Y
MHOTUX pacTeHUil HUTOKWHHMHBI 3aeP>XKUBAIOT CTa-
peHHe JUCThEB, KaK OT/EJIEHHBIX, TaK U Ha UHTAKT-
HBIX pacTeHUsIX. Y pacTeHMil, CHOCOOHBIX K CHMOMO-
3y C a30T(UKCUPYIOIIMMU OaKTEPUSIMH, [UTOKUHU-
Hbl M CHCTEMbl MX pEUENIMUd HEeOOXOJUMBbI MJIs
3allycka IIpolnecca OOpa30oBaHUsl CUMOMOTHYECKUX
KIyOeHbKOB [24, 25]. Takxe y 1eJoro psga pacre-
HUI IUTOKMHUHBI CTUMYJIUPYIOT IPOpacTaHUe CEMSIH
1 00pa3oBaHUe IUTMEHTOB. Y MX0B Tuna Funaria 00-
paboTKa MPOTOHEMBbI UUTOKWHMHAMH HHAYLHAPYET
(popmMupoBaHue Moyek, u3 KOTOPhIX 00paszyeTcs 00-
JIUCTBEHHBII ciopodut [26]. B BICOKUX KOHIIEHTpa-
LUSIX UUTOKUHUHBI, HA0OOPOT, HPOSBISIOT POCT-UH-
rudupymroliee U faxe anontuyeckoe paeicreue [27,
28]; OHM MOTYT NOAABIATH POCT KOPHEH, KYJIbTYpP
KJIETOK U JJa’Ke BbI3bIBATH ONAJ/[CHUE JINCTHEB.

YcranoBneHHbIe 3 (PEKTHI TUTOKHHUHOB MOCITY-
SKHMJIM OCHOBOJ! 17151 CO3[IaHMs psifia OMOTECTOB Ha 3TH
¢puroropmonsl [29].

dusnonornyeckoe [EUCTBUE LUTOKWHUHOB Ha
KJIETOYHOM YPOBHE CYMMUPOBAHO HIKE.

. CTI/IMyJISIHI/ISI KJIE€TOYHOTO JCJICHUS.

¢ AKTUBaIUsl IPUTOKA METAOOIUTOB (aTTparupy-
rouit 3¢ dexr).

* [Tucppepenumanus miacTup.

* YBeJuueHne pazmepa KIEeTOK.

* brocuHTEe3 MITrMEHTOB.

* 3afep:kka crapeHus (B HU3KUX KOHIIEHTPAIIUSIX).
» Hpyk1ms anonTo3a (B BBICOKUX KOHLIEHTPALUSX).

» ®opMupoBaHe MOOETOB B KYJIbType KallyCOB.
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IMPOM3BOACTBO 1 IMTPUMEHEHUWE
INTOKMNHWHOB

ITpounsBoacTBOM n/Mnu npopaxkeid HUTOKWHUHOB
3aHMMAIOTCsl MHOTHE KpynHble pupMbl. Cpean HuX
Takue H3BECTHbIE MEXIYHApOAHbIE KOpIOpauuy,
kak “Sigma”, “Dushefa”, “Fluka”, “Calbiochem” u np.
B Yemickoit Peciybnmke dupma “OlChemim” crme-
LUaIU3UPYeTCs: Ha IPOU3BOMICTBE Pa3IuYHbIX (popM
CBEPXUYUCTHIX HUTOKUHUHOB. LIUTOKMHUHBI SIBISIOT-
Csl BaXKHEHMIIMMHU TOPMOHAJIBHBIMU KOMIIOHEHTaMHI
KyJIbTYypajbHbIX cpef Mg pacTeHuil. MIX mumpoko
MIPUMEHSIIOT B paboTax ¢ KyJlIbTypaMH TKaHel u Kie-
TOK PacTeHMil, IPU MUKPOPA3MHOXKEHUM TOJIE3HbIX
paCTEHUi, IpU MOJyYEHUU TPAHCTCHHBIX PACTCHMIA.
LIuTOKMHMHBI ¥ MX aHAJIOTW MCHONB3YIOT s op-
MUPOBaHMS KPOH Ca>KEHIIEB, CMELIEHHS TI0J1a OBOLI-
HBIX KyJbTyp (OrypLIOB) B JKEHCKYIO CTOpPOHY, 3a-
[Eep>XXKH CTapeHusl Cpe3aHHbIX I[BETOB U OBOLIEH,
npepbiBaHus Nokost ceMsH [30]. AnonTuueckoe aei-
CTBUE CUHTETUYECKUX LUTOKUHMHOB (THAMA3ypOH)
HaIllJIO IPUMEHEHUe sl Aeoananuy XJon4aTHUKa
[31], uTo cymecTBeHHO oOOJseryaer cOOp XJIOMKa.
OKCIEepUMEHTAJIBHO [JOKa3aHa BO3MOXKHOCTb HC-
MOJIB30BaHUsl UTOKMHWHOB [JI TOBBIIIEHHUS YpPO-
SKaHOCTH 3JIaKOBBIX KYJIBTYp, B YaCTHOCTH pHCa.
HMeroTcs NONOKUTENbHbBIE PE3YIIbTaThl UCIIbITAHUI
UUTOKUHIHOB MU MOBBIIIEHUS YPOXKAHHOCTU HEKO-
TOPBIX IJIOOBBIX KYIbTYP (s1010HB). [JoKka3zaHo yya-
CTHE€ LUTOKMHUHOB B IIOBBIMIEHUU YCTONYUBOCTU
pacTeHmit K pa3NuyHbIM aOMOTUYECKUM CTpeccaMm, B
YACTHOCTH K 3aCyX€, UTO 1aeT OOJblINe NepCIeKTH-
Bbl HUCIOJIb30BaHUs 3TUX (PUTOTOPMOHOB B yKa3aH-
HOM HalpaBJICHUU.

B mocnepgnue ropbl IUTOKWHUHBI CTalHd UCIOJb-
30BaTh B COCTaBE KpeMOB sl Koxu. CornacHo npu-
BOIUMBIM (pUpMaMHU JaHHbIM, IUTOKUHUHBI IIPY [IJ1U-
TEJIbHOM IIPUMEHEHNUN YIy4IIatoT CTPYKTYPY KOXKU U
YMEHBIIAIOT NpU3HaKN crapeHns. OgHaKo HaCKONb-
KO CepbE3Hbl U JOCTOBEPHbBI 3TU PE3YJIbTaThl, CyAUTh
noka pano. Hapsny ¢ aTum ncciefoBanus nocuegHe-
ro fAeCATUIETHs NT0Ka3aal YeTKOE aHTUIIPOIudepa-
TUBHOE [IECTBUE Psifla LUTOKMHUHOB U UX aHAJIOIOB
Ha OIyXOJI€BbIE KJIETKU KUBOTHBIX, YTO [JAJIO OCHO-
BaHUs IPEITIOXKNUTD 3TH COEJUHEHNS B KAUeCTBE IIPO-
TUBOPAKOBbIX IpenapaTtos [32-34]. Hekoropsie u3
OUTOKWHUH-NIOAOOHBIX COEJUHEHUN YK€ HCIOJb3Y-
IOT B MEJUIIMHCKON NPAKTHUKE.

MEXAHM3M JEUCTBUS IUTOKMHWHOB
I'envt, wyscmeumenvhvle K YUMOKUHUHY

Ha npoTskeHun MHOTUX JECATUNETUR MTOCIE OT-
KPBITHS UUTOKMHUHOB OCTaBaJIOCh HESICHBIM, YTO
InpejcTaBisieT cOO0M BHYTPUKJIETOYHAS] MULIEHb UX
NECTBYA, BIMAIOT JIM OHY HAIIPSMYIO HAa aKTUBHOCTb
FEHOB M €CNIM J1a, TO KAKOB MEXAHU3M II€pefaydn Lu-
TOKHHUHOBOTO cUrHajia. KoHEeYHO, 3TH BOIIPOCHI aK-
THBHO Je0aTHPOBAINCh B HAyYHBIX Kpyrax, OgHaKoO
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Puc. 2. TpexgHeBHbIE STHONUPOBAHHBIE IPOPOCTKU
TpaHcreHHoro ARRS ::GUS apabuponcuca, HeoOpaboTaH-
Hble Wi o6paboTaHHble HUTOKMHUHOM (5 MKM BAII).
I'mcroxummueckoe okpamuBaHue Ha akTuBHOCTb GUS
[39]. Crpenkn nmoka3bIBalOT 30HBI OKpaIlIBaHKsl HEOOpa-
GOTaHHBIX UUTOKUHIHOM IPOPOCTKOB.

yOenuTenbHble AaHHbIE O CYIIECTBOBAaHMHM T'€HOB
MEPBUYHOI'O OTBETA HA UUTOKMHHMH M UUTOKWHHUHO-
BbIX PEUENTOPOB MOSIBWINCH CPABHUTEILHO HEMIaB-
Ho. B 1998 r. B na6opaTtopusix [Ixx. Kubepa (CIIA) u
T. Cyrusimbl (Slnonwmst) y apabugorncuca u KyKypy3bl
ObUI OOHApPY>KEHbI T€HbI, HANPSIMYIO AKTUBUPYIO-
muecst IMUTOKUHUHOM [35, 36]. OpHnM U3 nepBhIX 00-
HAPY>KEHHBbIX IUTOKWHUH-YYBCTBUTEJIbHBIX TI'€HOB
ObUI T'€H TaK Ha3bIBA€MOTI'O PETYJISTOpa OTBETA, MO-
nyuuBIIUi Ha3BaHue ARRS (oT Arabidopsis Response
Regulator 5). Tpanckpunuus JaHHOTO TeHa OBICTPO
aKTUBUPOBAIACh UUTOKUHUHOM, IPUUEM UHTHUOUTOP
TPaHCHASALUMU LHUKIOTEeKCHUMHJI HE MpPEeNsiTCTBOBAl
9TON aKTHUBaLWy, T.€. NI Hee He TPeOOBANOChH OHO-
CHHTe3a Kakoro-nubo 6enka. Takum o6Gpa3oM, redH
ARR5 — 3TO nepBuYHasi MHIIEHb I IUTOKUHUHA,
YTO MpeAnoiaraeT 4yBCTBUTEIBHOCTH IMPOMOTOpA
[JAaHHOTO reHa K IUTOKUHUHY. [leACTBUTENLHO, U30-
JUPOBaHHBIA ARRS5-TIPOMOTOpP, COEAMHEHHBIN C pe-
nopTepHbIM reHoM GUS, npugaBaj nociaegHeMy Lu-
TOKVHUH-3aBUCUMBIA  XapaKTep JKCOpPEecCHd B
pacrenun [37].

JI7s KOJMMYeCTBEHHOTO TECTHPOBAHUSI IKCIpec-
CUU MHAMBUAYAIbHBIX T€HOB HaMH Oblila afalTHPO-
BaHa MOJIEJIbHASI CUCTEMa Ha OCHOBE BOJHOM! KYJIBTY-
PBI IPOPOCTKOB apaduponcuca [38]. B onbITax O6bL1
HCIOJIb30BaH TPAHCTEHHbIN apaOUfIONCHC, Y KOTOPO-
ro NPOMOTOP UUTOKWHMH-UYBCTBUTEIHLHOTO TEHA
ARRS5 coepuHeH c penoprepHbIM reHoM GUS [37].
OTa KOHCTPYKLUSI IO3BOJISIET KOJIUYECTBEHHO Clle-
[UTH 32 IKCIPECCHEN MPOMOTOpA U ONPEAEIATH JIO-
KalMu3aluio 3TOH 3KCIpPeccH B TKaHSIX M OpraHax
pacTeHus. B oTcyTcTBUE 3K30I€HHBIX HUTOKMHUHOB
sKcnpeccruio ARRS-poMoTopa HaOMroaau B OCHOB-
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HOM B pallOHax, M3BECTHBIX KaK CafThbl aKTHBHOTO
OMOCHHTE3a UUTOKWHUHOB (PUC. 2): B KOHYUKE KOPHS
(ocHOBHas 00JacTh), a TaK>Ke B palloHe aluKaIbHOI
MepHucTeMbl CTeOMsl. 3aMeTHOEe OKpalllBaHUE Ha-
OIroaNu TaKXe 10 XOAy MPOBOASIIUX IyTeH KOPHS,
YTO, OUEBUHO, OTPAKAET MyTh KCHJIEMHOTO TpaHC-
MopTa IUTOKMHUHOB U3 KOPHS B crebenb. OpHako
OosbllIas YacTh TKAHEH MPOPOCTKA OCTaBajach He-
OKpAaILIEHHOM.

ITpu BO3AECTBAN 9K30T€HHOTO IUTOKUHIHA IIPO-
UCXOAMJIa TIOBCEMECTHAsl aKTHBAIMS PENOPTEPHOTO
reHa, 4TO XOpOIIO 3aMETHO IPU I'MCTOXUMHYECKOM
GUS-okpammBanuu (puc. 2). KonudecTBeHHbIe JaH-
HbIe O BPEMEHHO 1 030BOI 3aBHCUMOCTU aKTHBa-
uuu GUS mpm AeficTBUM IMTOKWHUHOB, a TaKXe O
Cenu(UYHOCTU 3TON aKTUBALUH MPEACTABIEHbI Ha
puc. 3. OTu JaHHBIE NMOKAa3bIBAIOT, YTO AKTHBALMS
ARRS5-npoMoTOpa JOCTATaeT MAaKCUMyMa IPU KOH-
uentpanun BAII 5 MkM (puc. 3a); akTUBALIUIO BBI3bI-
BalOT TOJIBKO IUTOKMHHUHBI, HO HE afICHUH WM IpYyrue
(puTOoropMOHBI 1 perynsaTopbl pocta (puc. 36). Knune-
TuKa uHAyKnuu aktuBHOocTH GUS oOHapyxkuna Ha-
JIU4ie ONpeNeNIeHHoro nar-nepuopa (puc. 38). B Te-
YeHHe 3TOro IEepHUOfia MOXKHO, OYEBUIHO, OXKHUJATh
W3MEHEHUN Ha yPOBHE TpaHCKpUNuu. [leficTBUTENb-
HO, OpsiMble u3MepeHusi copepxannsgd MPHK rena
ARRS5 meTooM HO3€pH-OJIOTTHHrAa IOKAa3aJIy, YTO B
XOjle Jar-nepuoja NpoucXoauiao GbICTpOEe HAKOIJIe-
Hue MPHK 3Toro rena. B Hamumx onbITax MakCUMyM
TaKOTO TOBBIIICHUS] MPUXOAUIICS NpUMEpPHO Ha 45
MHUH TOCJe BO3AEHCTBUSI IUTOKMHUHA; OJHAKO yXKe
yepe3 15 MUH ypOBEHb MHAYKLUHM COCTABISUI NPH-
MepHO 80% oT mMakcmMmaibHOTO (puc. 4a). [laHHBIE
HalllUX ONBITOB B IIEJIOM XOPOIIIO COOTBETCTBYIOT pe-
3ylbTaTaM AaHAJIOTHMYHBIX MCCIEIOBAaHUN Ha IPO-
pocTKax apabujoncuca, BbIpallleHHbIX 1 00paboTaH-
HBIX TOPMOHOM B MHBIX ycnoBusx [35, 37]. Bece atu
Pe3ynbTaThl IO3BOIMIN MPENNONIOKUTD, YTO U APY-
rue reHbl IEPBUYHOIO OTBETA OYAYT CTOJIb XKe OBbICT-
PO OTBeYaTh Ha BO3JefiCTBHE IUTOKMHNHA B TaHHON
MOJIENbHOM cucTeMe. [1efiCTBUTENBHO, aHATIN3 U3Me-
HEHUI YPOBHS TPAaHCKPUIITOB BbISIBUM U [PYI'U€ T'€HbI
apaOupioncuca co CXOAHBIM HM3MEHEHHEM HpOouIIs
SKCIIPECCUU MOJ ACHCTBHEM LUUTOKMHMHA (puc. 40,
[37]). Ilpu cpaBHeHHME copep>KaHUS TPAHCKPUIITOB
coO0cTBeHHOro resa ARRS u Tpancrena GUS nop Kos-
TponeM ARRS-npoMOTOpa 0Ka3aioch, YTO UUTOKUHIH
UHAYLUPOBAaJ HUX HAKOIUICHWE B CXOJHOH CTEleHU
(puc. 48, [40]). BnusHue [pyrux ak THBHBIX COEIMHEHUN
Ha HAKOIUICHHWE ITHX TPAHCKPHUIITOB TakXke ObUIO
NPaKTHYECKH OIMHAKOBbIM. TaK Kak TPaHCKPUITHI 1y-
XKepopHoro reHa GUS Bpsj M NOABEPKEHBI KAKUM-
00 cneuurIecKnM BO3ACHCTBUSIM B PACTUTEIHLHON
KJIETKE, 3TO YKa3bIBAET HA TO, YTO cofepkanue MPHK
reHa ARRS perynupyercs LIMTOKUHUHAMU MCKIIFOUYU-
TEJILHO HA YPOBHE TPAHCKPUILIUH (TOUYHEE, AKTHBALMI
TpaHCKpunmy). B npoTUBHOM citydae Kakue-Tuoo 1u-
TOKWHUH-3aBUCAMBIE TTOCTTPAHCKPUIIMOHHBIE BO3-
[EVCTBHUS HAa TPAHCKPHUNTHI ARRS-reHa M3MEHUIN Obl
®UBUOIOTUS PACTEHUN Ne 2

TOM 56 2009



KAK LIMTOKUHUWHBI TEVMCTBYIOT HA KJIETKY

L (a)

p—
[\

oo
T
HuTOoKMHUHBI

~
T

KOHTPOJTb
O I. 1 1 1 1 1 1 1
10712 10719 10 107
Konuenrpanust BAII, M

Perynsropsl
pocTa

L (B)

YnenoHas akruBHocTh GUS, U X 1072
NN

[\S)
T

KOHTpPOIIb

pocra + BAII

Perynsaropsl

299

BemecTBa
H,0
BA
Kin
Z
iP
D
iP
iPR
Ado

IAde

(6)

H,0
BA
NAA
2,4-D
ABA
GA;
BL
JA
SA
ISpm

H,0
BA
NAA
24-D
ABA
GA,
BL
JA
SA

S
1 1 |pm

0 2 4 6 0

Bpewms, u

|
200 400 600 800

YnensHas aktuBHOCTH GUS,% OT KOHTpOIIS

Puc. 3. KonmmyecTBeHHbIE XapaKTEPUCTUKH MHAYKIMK aKTUBHOCTH A RRS5-nipoMoTOpa y IpopocTKoB ARRS ::GUS apabupioncuca npu
Bo3peiicTBiy uToKuHNHA (5 MKM BAIT). AktuBHOCTE GUS omnpernieneHa roopumeTprdeckuM MeTooM [39]. a — go3oBast 3aBuCH-
MOCTB; 6 — TOpPMOHAITbHASI CIIEI(PIIHOCTE; B — KWHETHKA akTuBanyn ARRS-ipomoropa. ABA — ABK; Ade — anennn; Ado — aieHo-
3uH; BA — BAIT; BL — srm6paccuronun; 2,4-D — 2,4-muxnopogeHokcryKkeycHas kucinoTa; GAs — ru60epensosas KUcaoTa; iP — n3o-
neHTeHmnaaeHny; iPR — n3onenrennnanenosny; JA — xxacMoHoBas kucnoTa; Kin — kuanetnH; NAA — HapTHIIyKCyCHAsI KUCIIO-
Ta; SA — canuumiosas KUcioTa; Spm — cnepmut; TD — tuauasypon; Z — mpawc-3eatnd. KoHueHnTpanys coequaeHnii 5 MkM, 3a

uckiroyenueM SA u Spm (50 MxM).

KapTUHY €ro MHIYKIWU 110 CPAaBHEHUIO C Iy>KEePOTHBIM
renom GUS.

basupysce Ha aHHBIX KMHETHKN aKTHBALWW T€Ha
ARRS, MbI IpEIPUHSIN MONBITKY BbIABICHUS MaKCH-
MaJIbHO TIOJIHOTO CIIEKTpa T'€HOB MEPBUYHOIO OTBETA
Ha mToKMHYH [41]. C 3TOM Hebio OB NCIOTb30Ba-
Hbl Mukpouunsl ATHI dpupms! “Affymetrix” (CIILA), B
MUKpOsTYeliKaX KOTOPBIX 3aKpEIIEHbl YHHKAJbHbIE
OJIMTOHYKJIEOTU/IbI TOYTHU 24 ThIC. TEHOB apaOUIOICH-
ca, PEACTABISIONINE MPAKTUYECKN BECh TEHOM 3TOTO
pactenus [42]. s uneHTU(UKaIMK TaK Ha3bIBAEMBIX
“paHHMX’ TE€HOB, T.€. FEHOB MEPBUYHOIO OTBETA, IIPO-
pocTKH apabuponcuca Ot 00paboTaHbl UTOKMHU-
HOM B ONTHMAJIbHON KOHIEHTPALMK B TeYeHKE 15 MuH.
JIns1 BBISIBIECHHSI pearupyronyx Ha UUTOKUHUH “MO3[-
HUX’ T€HOB IPOPOCTKU BbIIEPXKUBAJIU BMECTE C TOp-
MOHOM B Te4yeHue 2 4. 3aTeM U3 00pabOTaHHBIX IIH-
TOKAHUHOM ¥ KOHTPOJIbHBIX IPOPOCTKOB BBIJEISIN
MPHK, xoTOpBIE CIyXWIN MaTpULAMU [JIsI CHHTE3a
¢ayopecuenTHo-MeueHHbIX K[JHK, a nanee ¢ momo-
IbI0 MAKPOYMIIOB aHAJIN3MPOBANM COAEPIKAHUE T10-
CIIE[IHUX, T.€. (PaKTUUYECKH OTHOCUTEJILHOE COflepKa-
HUE UHUBUYaTbHBIX TPAHCKPHUIITOB.

W3 Bcero komuyecTBa reHOB apabujoIchca 3a-
METHYIO 3KCIPECCHIO MPOSIBUIN TpuMepHO 11.5 ThIC.
TEHOB, T.€. OKOJIO TIOJIOBUHBI BCEX IPEJICTaBIECHHBIX
Ha OnounIe. Y fanock oOHapy>XuTh npuMepHo 80 re-
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HOB, YPOBEHb TPAHCKPHUITOB KOTOPBIX MEHSJICSI 60-
nee 4eM B 1.8 pa3a yxe 3a 15 MUH BO3AENCTBUS IUTO-
KHAHUHOB. DTO YHCIO cocTaBisgeT MeHee 1% oT 00-
Iero KOJWYecTBa aKTHBHBIX TeHoB. Cpenu
0OHapy>KEHHBIX I'eHOB Nopsiaka 70 aKTHBUPOBAINCH
UUTOKUHUHOM, a 11 reHoB, HAOOOPOT, penpeccupo-
BaJIUCh 3TUM (puToropmonom. CTonb Maniblil mpo-
LEHT T€HOB NEPBUYHOTO OTBETA Ha LIUTOKWHUH Xa-
PaKTEpeH He TOJbKO M apaduponcuca. Panee me-
topamu Differential Display (DD) u Representational
Difference Analysis (RDA) MbI uccnemoBanu OBICT-
pble 9(pPeKTh IMTOKMHUHOB Ha aKTUBHOCTH FeHOMA
y Tabaka. [1pu 3TOM 10751 4yBCTBUTENBHBIX K IIUTO-
KHWHUHAM “paHHUX’ T€HOB y TabaKa TaKKe COCTaBJIsI-
na MeHee 1% ot ux oO1ero Kkoauuecrsa [43, 44].

YTo MOXHO CKa3aThb O TeHaxX apaOupiorncuca, Ha-
IpsIMYIO aKTHBUPYEMbIX HUTOKMHUHOM? Cpenu HUX
OOHapy>KUBaeTcsl rpynna u3 7 TeHOB PETyIsiTOPOB
OTBETa, OMU3KOPOACTBEHHBIX reny ARRS (Ta6md. 1).
OTH reHbl OKa3bIBaIOT BIUSHUE HA (DYHKIIMOHAPOBA-
HUE IByXKOMIIOHEHTHON CUCTEMbI TPAHCAYKIIMN CHUT-
HAJIOB, O YeM peyb NOUJET Aajblie. 3HAYUTEIIbHAS A0-
JI51 HETIOCPEICTBEHHO PETYIUPYEMbIX IUTOKUHUHOM I'e-
HOB OTHOCUTCS K F€HaM TPaHCKPUNLIOHHBIX (DAKTOPOB
U IPYTHUX PEryISITOPHBIX OeNKoB (Tabma. 1). DT reHsl
KOJUPYIOT Takue (akTopbl TPAaHCKPUILNHU, Kak
APETALA2 (AP2), ¢pakTop HAT22, Brirovaromui
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Puc. 4. Bmusiane nprokuanHa (5 MKM BATI) Ha ypoBeHb TPaHCKPHITOB NUTOKWHIH-YyBCTBUTEIIBHBIX T€HOB POPOCTKOB apalu-
JIOTICHICA. @ — KUHETHUKA HAaKOIUIEHNsI TPAHCKPUNTOB reHa ARRS (BBEpXY — BHJ] HO3E€PH-0J10Ta; BHU3Y — PE3yIbTaT KOIMYECTBEHHOTO
aHanmmM3a); 6 — KUHETUKA HAKOIJIEHUs] TPAaHCKPHUITOB OT/ENbHBIX UTOKMHIH-YYBCTBUTELHBIX T€HOB; B — COflePXKaHue TPaHCKPUII-
TOB reHa ARR5 (cneBa) 1 rena GUS mofi KOHTponieM mpoMoTtopa reia ARRS (ciipaBa) uepes 35 muH Bospeiicteust BAIT, B Tom uncie
B IIPUCYTCTBIU HEKOTOPBIX MHIHOoUTOpoB. NMMA (5 MM) — naruourop NO-cunTasbl; 1-6yT — 6yTaH-1-01 (1%), nHrubuTop resHepa-

i pocaTHAHBIX KACTOT pocommmazoit D.

roMeofioMeH U “nefimHoByio Monuuio”, bHLH dak-
TOp, UMEIOLIUAIA MOTHUB ‘‘CIMpaib—IeTIsI—CIUpanb’,
Myb-TpaHCKpUNIIMOHHBIH (pakTOp, PaKkTOp, 0OMaga-
forquin TunuIHbIM NAC-ToMeHOM, a TakKe OeJIoK C
“IUHKOBBIMHI TalblaMu”’. IDTO OENKOBbIe (PaKTOPHI
Pa3MYHON CTPYKTYPBI; OHH CIIOCOGHBI CIIeI(PUIECKI
y3HABaTh pa3HbIe HYKJIEOTHIHbIE MOCIIENOBATENLHOCTH,
T.€. B3aUMOJIEICTBOBAThH C TPOMOTOPAMU CaMbIX Pa3HbIX
reHoB [45, c. 124-132; 46, c. 14-38]. beicTpas nHAyKIS
AKTUBHOCTHY PA3JIMYHBIX TPAHCKPUTIIMOHHBIX (paKTOPOB
[UTOKVHIHOM CO3J]AET YCIOBHS JITIsl MACCOBOTO M KOOp-
IVHUPOBAHHOTO W3MEHEHUSI SKCIIPECCHU CIICAYIOIIEH
BOJIHBI (TaK HA3bIBAEMBIX MO3JHUX) T€HOB, MPSIMO WITH
KOCBEHHO KOHTPOJIMPYEMBIX 3TUMH (DAKTOPAMI.

ITomumO TeHOB (PaKTOPOB TPAHCKPHIIHHU, CPEAU
PaHHUX IUTOKWHUH-3aBUCUMbBIX T€HOB OKA3aJIMCh T€HbI
PEryIATOPHBIX OENKOB, OOJIaaloIMX NPOTEUHKU-
Ha3HOI Wi (pocaTazHO AKTUBHOCTHIO (CEPUH-TPEO-
HUHOBasl MpoTenHKuHa3a, CBL-B3anMmopeiicTByromas
NPOTEMHKMHA3A 3, IPEANONIOXUTEIBHO THPO3UH-(OC-
¢pataza) (Taba. 1). 3Ty GeqKU MOTYT y4acTBOBaTh B
MOJYJSIUUA AKTUBHOCTH TPAHCKPHUIUOHHBIX (ak-
TOPOB W/UNU OEIKOB-TPAHCAYKTOPOB CHTHAJIOB M
TEM CaMbIM TaKKe MPUBOAUTH K M3MECHEHUIO NHTEH-

CHBHOCTH TPAHCKPUMNINK OOJBIIOTO YHCIA TEHOB.
Eme ogHa rpynma reHoB MEpBUYHOIO OTBETA OTHO-
CUTCSI K F€HaM HAIpaBJIEHHOH ferpagauuu OENKOB.
OTa KJIeTOYHasl cuCTeMa ceiiyac BbI3bIBAET OCOOBIN
UHTEPEC B CBSI3M MEXaHU3MaMU FOPMOHAJIbHOI pery-
nsiuun y pactenuit. HegaBHO 66110 OOHAPYKEHO, UTO
MOJIEKYJISIPHBI MEXAaHU3M JEUCTBUS ayKCUHOB U
ru60epeNIMHOB HaNPSIMYIO CBSI3aH C NMPOLECCOM Jle-
rpagaguu O€JKOB — PEIpeccoOpoB TPaHCKPHUILUH
TOPMOH-3aBUCUMBIX TeHOB [47-49]. [l HUTOKUHU-
HOB TaKxe UMEIOTCS YKa3aHUs Ha ydacTue cyobeu-
HULBI 26S MpoTeacoMbl B IEUCTBUU 3TUX TOPMOHOB
Ha kJeTKy [50]. B aToit cBA31 06HApYyKEHHbIE H3Me-
HEHUS B 9KCIPECCHH cpa3y 4-X T€HOB, YYaCTBYIOLIUX
B HaIlpaBJIEHHOM IpoTteonuse 6enkoB (E2, youksu-
THUH-KOH'BIOTUPYIOLINIl (pepMeHT 16; IeKTHH-IO00-
Hblil 6en0K F-60kca; AT®d-3aBucumas cyobequHnna
MpoTeasbl, U B3auMofeicTBytomuil ¢ 6enkoM F-60k-
ca SKP1) MOryT NpuBOJIUTH K CABUTAM B COICp3KaHUHI
TPaHCKPUIIMOHHBIX (PAaKTOPOB B sifipe U, KaK CIefl-
CTBHE, K M3MEHEHUSIM HMHTEHCHBHOCTH TPAHCKPUII-
L[UU T€HOB, YIIPABISIEMbIX JaHHBIMU (DAKTOPAMH.

Taxkum o6Gpa3oM, (PYHKIUMOHAJIBHBIA aHaNIWU3 IO-
Ka3bIBAET, YTO (DYHKIIMSI 3HAUUTEIBHON YaCTH FEHOB
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TaGJmna 1. I'ennl TIEPpBUYHOI'O OTBETA HA TUTOKUHUH Y apa61/1110ncnca, CIIOCOOHBIE PperyimpoBaTh TPaHCKPUIIAIO T'€HOB

O06o3HaueHnEe %
rena H Onucanve pyHKIUN
Perynsitopbl orBeTa TUIA A
At3g48100 T perynsitop oreeTa 5 (ARRS) 2KC, A-Tun
At5g62920 T perymsitop otBeta 6 (ARR6) 2KC, A-Trmn
Atlgl10470 T perynsitop oreTa 4 (ARR4) 2KC, A-Tn
Atl1g74890 T perynsitop oteeTa 15 (ARR15) 2KC, A-Trn
Atl1g19050 T peryasrop orBera 7 (ARR7) 2KC, A-tun
At3g57040 T perymnsarop orseta 9 (ARR9) 2KC, A-Tun
At2g40670 T perymasrop orBera 16 (ARR16) 2KC, A-tun
TpaHcKpANIOHHBIE (haKTOPBI
Atlg76410 T RING 6enok ¢ “IMHKOBBIMY NabIAMU (BEPOSITHBI)
At5g13330 T AP2-nomen copepxkammit 610K RAP2.6 (BepOsITHBII)
At4g37790 T roMeoOOKCHBII 6e1ok HAT22
At2g18300 T bHLH c¢axrop Tpanckpumyu (bHLH064 BeposiTHbIIT)
At3g16770 T AP2-nomeH copiepskariii (pakTop Tpanckpunuun RAP2.3
At1g08810 aKTO AHCKpHUIIMK myb ceMeiicTBa
g T P Tp: P Yy
At4g26150 T GATA 6emnox ¢ “UMHKOBLIMHA HaJbIaMu’
Perynsitopublie (pepMeHTBI
At4g23290 T CXOJIHBII C CEpUH/TPEOHNHOBOI KMHA30H 6€710K
At2g26980 T CBL-B3anmopericTByromas nporensknHasa 3 (CIPK3)
At5g16480 T BEPOATHBII OEJIOK CXOHBIN ¢ THPO3MHOBOH (hpochaTazoit
Atlg75440 T E2, youkeutnH-KOHBIOTEpYIOmmi (pepment 16 (UBC16)
At3g61060 T 6enok F-60Kkca (CXOHBIN C JIEKTHHOM)
clpP T ATP-3aBucuMas cyObeUHULIA TPOTEA3bI
At2g02310 L 6enok F-60kca (SKP1-B3aMoneicTBYOIIHIT TApPTHED)

* HaﬂpaBJIeHHOCTL HA3MCHEHHI: T — YBEJIMYCHUE, L — YMCHBIIICHUE.
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Puc. 5. [lomennas crpykrypa penentopa murokuanHoB CRE1/AHK4 apa6uponcuca. [lomens! 6enka: TM — TpaHCMeMOpaHHBII;
JIC — nuranp-cs3biBaronmil (CHASE); I'K — ructupuHKkiHa3HbIM; AK — akuenTopHbI; LIk — nuTokuHnHbl; H — ocTaToK KOHCepBa-
TUBHOTO TuctuarHa; D — ocraTok KoHcepBaTuBHOTO acnaptara. N u C o6o3HavyaroT N- u C-koH1pb! 6enka. CTpesku crpaBa yKasbl-
BAIOT Ha cailT (hochopmIIMpOBaHNSI B IEpPEeHOCa BEICOKOIHEpreTHIeckoro gocgara (~P).

MIEPBUYHOIO OTBETA HAa IUTOKUHIH COCTOUT B YIIPaB-
JIEHUM T'eHHOMl 3Kcnpeccueil. Hamu Obln mposeneH
aHaJIN3 XapaKkTepa IKCIPECCHN FEHOB apabupioncuca
B OoJiee OTANEHHBII IEpPUO]] BO3CHCTBUS FTOPMOHA.
Kak okazanock, KapTHHa FeHHOH 3KCIPECCUH “TI03/1-
HUX~ TE€HOB CHJIBHO OTIHMYanachk OT “paHHux’. IIps-
MbI€ U3MEPEHUS YPOBHSI 9KCIIPECCHH T'€HOB Uepes 2 4
HeficTBUS IUTOKUHIHA OOHAPYXKWIN OOJIBIIOE YICIO
HOBBIX T'€HOB, TPAHCKPHIIIUSI KOTOPBIX MEHSIACh K
3TOMY BpEMEHM NOJ JeiCTBAEM TropMoHa. Takux
“mo3aHNX’ F€HOB, OTBEYAIOIINX Ha IUTOKUHUH, OKa-
3asnock 6onee 1500, yto npumepHo B 20 pa3 Oosblue,
4YeM Ie€HOB NMEPBHYHOTO OTBETAa. MIHTEpECHO OTMe-
TUTb, YTO, €CIIU CPEeU “‘paHHUX  NpPEBaJUPOBAIIHU Ie-
HBI, aKTUBUPYEMbIE IUTOKUHIUHAMHU, TO CPENH “TIO3]I-
HUX~ OOJIBIIMHCTBO, HAOOOPOT, COCTABJSIIN TEHBI,
pernpeccupyeMble IUTOKMHUHAMH. DTO O3HA4YaerT,
YTO B IJEJIOM Ha YPOBHE TPAHCKPHUIIAU CTPYKTYPHBIX
TEHOB JIByX4acOBOE BO3[EWCTBHE IIMUTOKUHUHOB BbI-
3bIBAJIO HE CTOJILKO aKTHUBAILMIO, CKOJIBKO perpec-
curo reHoMa. I1oaTomy, XOTSI IUTOKUHIHBI TPUHSITO
OTHOCHUTB K TOPMOHAM-CTUMYJISITOPaM, BbI3bIBacMast
MU aKTUBAlMS OTAEIbHBIX 3HAUNMBIX MeTaboInye-
CKHMX IYTell KJIETKN BOBCE HE KOPPEIUPYET Hamps-
MYIO CO CTENECHBIO aKTUBALlMN TPAHCKPUIIIUU T'€HO-
Ma B I[IeJIOM: IPUYUHHO-CIEACTBEHHbIE CBSI3M 37ECh
ropasfo cioxHee. Bugumo, akTuBanys HEKUX JOMH-
HUPYIOIINX METAa0OJIMYECKUX IPOILECCOB B KIIETKE
Hen30eKHO TpeOyeT IMOAaBJIEHUS! MHOTHX JpPYTuUx,
T.€. ONPEJEICHHOIO YMEHBIIEHNSI META00INYECKOTO
Pa3HOO0pa3us B LEIOM.

PaHee yxxe BbIIBUTajoCh MPEIIOTI0KEHUE O TOM,
4TO (PUTOTOPMOHBI M, B YaCTHOCTH, LUUTOKUHUHBI,
BbI3bIBAIOT U3MEHEHUS AKTUBHOCTU F€HOMa IO NIPUH-
UMY TPaHCKPUIIMOHHBIX KackafoB [51], korna He-
00JbIIOE KOJUYECTBO OBICTPO AKTUBUPYEMbBIX Ie-
HOB, KOJWPYIOMNX TPAaHCKPUMIIMOHHbIE (DaKTOPBI
U/UIN UX MOJYJISTOPHI, IPUBOAUT B AalbHENIIEM K
U3MEHEHUIO 3KcIpeccud OOJIBIIOrOo Habopa TeHOB,
YYaCTBYIOMINX B pealn3anuy rao06aabHbIX (PU3U0II0-
ruyeckux nporpamm. IlonydyeHHble B HalllUX U aHa-
JIOTMYHBIX MCCIEOBAaHUSAX AaHHbIE XOPOIIO COTJacy-
FOTCS C 9TUM NpeAnoaoxeHneM. B yactHocTH, B padoTe
[52], rme ObLIM MCHOIB30BaHbI MUKPOYUIIBI, COfiepIKa-
mue NHK-pemnuku 6onblIoro (Xots ganeko He Mod-

HOro) Habopa reHoB apaduporncuca (~ 8300 reHoB), 00-
Hapy>KE€HO BCET0 HECKOJbKO JIECATKOB T'€HOB,
TPaHCKPUIIKS KOTOPBIX YCTONYMBO MEHsUIach (yBe-
JIMYMBAJIach WM CHIKAJIACh) IO MEHCTBHEM ITUTO-
KUHMHA. 3HAYUTENbHAs 4acTh OBICTPO aKTHUBHUpYe-
MBIX T€HOB IPOIOJIXKajla pearupoBaTh Ha UUTOKWHUH
[axKe B IPUCYTCTBUM LUKJIOreKcumuaa (OIoKUpyrolie-
ro 6uocuHTe3 0esKa). ITO MO3BONUIO aBTOpaM OTHe-
CTH 3TH “‘paHHUE’” T€HbI K FT€HaM IEPBUYHOI'O OTBETA HA
maHHBIA (puToropmoH. Cpein HUX Takke ObLIi OOHa-
PY>KEHbI MHOTHE T'€Hbl, KOAUPYIOLIUE OEJIKU-PETYIISTO-
PbI TPAHCKPHIILHH, B TOM YHCIIe OTHOCSIIMECS K KIIAcCy
AP2-TpaHCcKpUNIMOHHBIX (pakTOpoB. B panpHEHIHX
UCCIIeIOBaHUsX 3TOll 1aboparopui [53] ObLI0 ycTaHOB-
JIEHO, YTO UUTOKVHYH CTUMYJIMPYET HE TOJILKO aKTHBa-
1o reHoB AP2-(akTOpOB TPaHCKPHUIIUW, HO U OBICT-
poc€ nepeMeli€eHUE OTACJIBbHbIX TPAHCKPUIIIMOHHBIX
(pakTOpPOB B KIIETOUHOE SIAPO.

Peyenmoput yumoxunuros, mymarmut
no peuenmopam

Kak >xe IMTOKMHUHOBBIN CUTHAJ JOXOAUT J10 Iep-
BUYHBIX BHYTPHKJIETOYHBIX MHILIEHEH, T.e. T€HOB
panHero orseta? B 1996 r. sinonckuit yuenslit T. Ka-
KHUMOTO BIIEPBBIE BbICKA3aJl MPEAONOXKEHNE O TOM,
YTO PElEeNTOPOM HUTOKMHIHA MOXKET OBITH CEHCOP-
Has ructuguHkuHasza [54], a B 2001 r. oH 3Ke, a TaKXKe
He3aBucuMo T. MHUILYHO ¢ COTPY[HUKAMH AOKa3aju,
YTO CEHCOpHas THUCTHAMHKHMHA3a apabujorcuca
CRE1/AHK4 sBasiercss penenTopoM IHTOKWHWHOB
[55, 56]. B nacTosimiee BpeMsi cunTaeTcs OOIIENnpH-
HATBIM, YTO apaOHUONCUC COACPKUT 3 OIM3KUX MO
CTPOEHHUIO CEHCOPHBIX I'MCTUMHKUHA3EI — PELENTO-
poB mutokuHnHOB: CRE1/AHK4, AHK3 u AHK2.
CxopiHbIE TIO CTPYKTYpE PEUENTOpbl HUTOKMHUHOB
ObUI OOHApYyXEHbl y SBOJIOUUOHHO HAJEKHUX OT
apabupoIicuca BU0B: KyKypy3bl u puca [57-59]. Pac-
TeHHUsI apaduioIcuca, y KOTOPbIX ObIIIM HHAKTHBUPO-
BaHbI BCE TPH PELENTOPA UUTOKMHUHOB, TEPSIIA 1yB-
CTBUTENBHOCTH K 9TOMY TOPMOHY, a T'€HbI IEPBUYHO-
ro OTBETA IIepeCTaBaIl OT3bIBATHCS HA UTOKUHIHBI
[60—62]. Takme TpoiiHbIE MYTaHTBI TPEACTABISIIH
co00it KPOXOTHBIE PAaCTEHbHIIA, MATOXN3HECTOCO0-
Hble U B OCHOBHOM CTepmiibHble. IHTEpEeCHO oTMe-
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Puc. 6. Cxematnueckoe n306paskeHne TPaHCTeHHOI OaKTepHANBLHOH KIETKY E. coli, SKCIpecCHpYIOMEeH perenTopbl IUTOKWHIHOB
1 4yBCTBUTEJIBHON K HUTOKUHUHAM. YOIN — IepeHOCYuK aKTUBHOro pocdara ( ~P) Ha dpakTop Tpanckpunuumu RscB, perynarop
cps-ipomoTopa. ResC — ruGpuanasi ructTuiHKrHa3a 6akrepun, ananor AHK-penentopos.

TUTb, YTO y ABOMHBIX U OCOOEHHO TPONHBIX MyTaH-
TOB IO PelENnTOpaM HaOJIIOal PE3KUI MO bEM 3H-
JOT€HHON KOHLECHTPALUN LUUTOKUHUHOB Z-THUIA.
OpjHako Npu 3TOM HMKAKUX XapaKTEPHbIX IpHU3Ha-
KOB JIENICTBUS N30bITKA UUTOKMHUHOB HE HAaOIOaln
[62], 9TO CBHAETENHCTBYET B O3y OTCYTCTBHS Ka-
KHUX-T100 UHBIX, YEM TPU CEHCOPHbIC TMCTUIUHKHUHA-
3bI, pEIENTOPOB IUTOKUHIHOB Y apaOUOICHCA.

CrpykTtypa penenrtopa nuroknauHoB CRE1/AHK4
MoKa3aHa Ha puC. 5. JTa CEHCOpHAsl TUCTUAMHKUHA3A
COCTOUT U3 HECKOJIbKUX moMeHoB. Ha N-konie 6enka
pacronoskeHa napa ruipopoOHBIX CETMEHTOB, OIpefie-
JSIOUIMX TPAHCMEMOPAHHYIO JIOKATIM3ALUIO PEelenTo-
pa. MlcxopiHO nonaranu, 4To pelenTopbl IUTOKMHIHOB
JIOKaJIM30BaHbl Ha TUIa3MalleMMe KIIeTKH. B atom ciy-
Yyae y4acTOK MOJIUNENTHIHON LENH, PACTIOararoIIuics
MexXay I'uppoOOHBIMU CETMEHTaMH, MOJIKEH Haxo-
[UTBCS CHAPYXKH OT TUIa3MaJieMMBbI, T.e. BHE KJICTKH.
3TOT y4acTOK rOMOJIOTHYECH JIUTaH/-CBS3bIBAIOIINM
JOMEHaM MHOTHX JPYT'HX PEleNTOPHbIX OEJIKOB IIPO-
KapuoT, OJHOKJIETOYHBIX 3YKAapUOT U PACTEHUH U
nonyuni obmee HazBanne CHASE (ot Cyclase/Histi-
dine kinase-Associated Sensing Extracellular) [63, 64].
Kak 6yger nokazano nanee, umenHo CHASE-gomen
OTBEYACT 32 Y3HaBaHME U CBA3bIBAHUE IUTOKMHUHOB.
IlenTpanbHasg yacTh OejKa, HaXOAsIAsCsd BHYTPU
KJIETKH, BKIIFOYAET HECKOJIBKO IOMEHOB, OJINH U3 KO-
TOPBIX NPEACTaBisieT cOO0N JOMEH C aKTHBHOCTBIO
rucTufuHKuHa3bl. Ha kpato aToro gomeHa pacrnoso-
KeH OCTAaTOK TaK Ha3bIBAEMOT'O KOHCEPBATHUBHOTO
rucTuiuHa (T.e. TUCTHAMHA B COCTaBE KOHCEPBATHB-
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poit mocnegosarenbHoct — ATVSHEIRTP-), cmo-
coOHbI akuentTupoBaTh ocpart or ATP. B C-koH-
HeBod oOnactu OejKa pacnoiaraeTcss TUIUYHBIA
BOCIIPUHUMAIOLINIA JOMEH, TJle MMEETCS OCTaTOK
KOHCEPBAaTHBHOT'O acnapTraTa, CIOCOOHBIH aKLENTH-
poBathb docdat ¢ pochorucruamaa. CoriaacHo co-
BPEMEHHBIM NPECTaBICHUSIM, TPH B3aNMOJEHCTBUM
OUTOKMHUHOBOTO PEUENTOpa C COOTBETCTBYIOLINM
FOPMOHOM NIPOMCXOUT AUMEPU3aLUsl pELENTOPOB I
aKTUBALWS UX TUCTUIMHKUHA3HON aKTUBHOCTH, B pe-
3yJIbTaTe Yero BHavase pocopuaupyeTcs: OcTaToK
KOHCEpPBAaTUBHOI'O TMCTUAMHA BHYTPU TUCTUAMHKU-
Ha3HOTO JIOMEHA, a 3aT€M 3TOT BBICOKOIHEpreTnye-
ckuil pocat nepedpackiBaeTCs HA OCTATOK KOHCEP-
BaTUBHOTO acmaprtata B C-KOHIEBOH YacTu Oeika
(puc. 5). Takum 06pa3oM, B Xofie peleniuin ropMoHa
COOBITHSI BHYTPH O€JIKa pa3BEPTHIBAIOTCS, HAUMHAS C
ero N-KoHIa 1 fanee B HanpaBjieHnH C-KOHIA: CBs-
3pIBaHKE ropMoHa Ha N-KoHIe, fanee ¢ochopuin-
poBaHue 6ellka B ero CpEeAMHHON YacTH, U 3aTeM Iie-
pebpocka doccara 6mrke k C-konny. LlmTokman-
HOBble penenTopsl apabugoncuca AHK2 n AHK3
Onmm3ku 1O OOWEed CTPYKTYype K Ppeuentopy
CRE1/AHK4 (MgeHTUYHBI 10 aMIHOKHCIIOTHBIM IIO-
claemoBaTeNbLHOCTIM Ha 52-54%), HO, BUGUMO, OTJIN-
YaIOTCSl YUCIIOM TPaHCMEMOpaHHBIX CETMEHTOB, CO-
ceacrByromux ¢ CHASE-foMeHOM (cM. HUXKE).

Jst Gonee eTalbHOrO U3yYEHHsI CBOICTB pelen-
TOPOB IUTOKWHUHOB MbI B3SIJIM 32 OCHOBY MOJEINb-
HYIO CHUCTEMY Ha OCHOBE TpaHCI€HHbIX OakTepui,
3KCIIPECCUPYIOIIUX HHAUBUAYATIbHbIE PELENTOPHI
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Puc. 7. XapakTeprcTiKa CBSI3bIBAHNSI BLICOKOMEUIEHHOTO 3H-mpz/mc-3eaT1/1Ha VHTAKTHBIMA TpaHCTeHHbIME GakTepusivi (E. coli),
SKCIPECCUPYIOLIMMI perienTopbl iuToKMHIHOB apaduponcuca AHK3 nmin CRE1/AHKA4. a — ToransHoe (), Hecnenpguyeckoe (2) 1
crienmuyeckoe cBsizbiBanue (3) B AHK-sxcnpeccrpyromux 1 KOHTPOJIBHBIX KIIOHAX; 6 — TOPMOHAJIBbHAS CIEU(UIHOCTD PeLenTo-
pos. ABA — ABK; cAMP — muxkmmuecknit AM®; IAA - YK, GA; — ru66epenoBasi KUCIOTa, Spm — CIIEPMIH; 7. — mMpaHc-3€aThH.
KounnenTpanus coequnennit 8.6 MKM, 3a uckimoyenneM Spm (17.3 MkM).

UUATOKUHUHOB [56, 65, 66]. ¥ atux 6akrepuil (Esche-
richia coli) OTCyTCTBOBaja OfHA U3 COOCTBEHHBIX M-
crupudkrHas (ResC), 6mm3kast 1o CTpyKType K THd-
CTUAMHKHHA3aM apaOuIoICHca — PEeLieNTopaM LUTO-
KUHUHOB. [laHHas GakTepuaibHasi THCTUAMHKUHA3A
ResC B HOpMe mepefiaeT CUTHANI Ha IPOMOTOP Cps-
onepoHa Oaktepuu. OKa3anoch, YTO 3KCIPECCHPO-
BaHHas B 0aKTEepUU CEHCOpHAsi THCTHAMHKIHA3a apa-
o6ugoncuca CRE1/AHK4 moxeT 3amemarh OTCyT-
CTBYIOLYIO OaKTEepHaJbHYIO rucTHAMHKNHA3Y RcsC
U IepefaBaTh CBOI CUTHAJ Ha Cps-OLEPOH C UCIONb-
30BaHMEM OaKTepUaNIbHON CHCTEMBbl TPaHCAYKUIUU
curHanga. OfHaKO BakHO OTMETHUTb, YTO Iepepfada
curHana ot CRE1/AHK4 npoucxopuna ToabKO mpu
BO3/ICHCTBUN aKTUBHBLIX IIMTOKUHUHOB [56, 65, 66].
OTO MOKa3bIBaeT, YTO PACTUTEBHBII PEUENTOp B
OakTepusaxX HAXOAUTCI B (PYHKUIHOHAIBHO-aKTUBHOM
COCTOSIHUM W CHOCOOEH y3HaBaTh IMTOKWHHUHBI. [I7st
ypoOcTBa HaONMIOfIEeHNWsI 3a aKTMBHOCTHIO peLenTopa
UUTOKHHUHOB OAaKTEpHIO CHAONMIM TaKXKe BCTPOEH-
HbIM PENOPTEPHBIM I'eHOM lacZ (ramakTo3ugasbl) Mop
KOHTPOJIEM TOTO Ke cps-mpomoTopa [56] (puc. 6).
Takum 00pa3zoM, IPOCTOE TECTUPOBAHUE PENOPTEP-
HOHl aKTMBHOCTH TajlaKTO3uja3bl O3BOJISIO OLECHUTh
CTeneHb (PYHKIMOHAIBHON aKTUBHOCTH IMTOKWHUHO-
BOro peuenTtopa B 6akTepusx. Ha ocHoBe n3MepeHus
akTUBHOCTU lacZ Mbl comoctaBmin 3(h(PEeKTUBHOCTD
OOJIBIIOr0 KONMWYECTBA LUTOKUHUHOB U CTPYKTYPHO

CXOJIHBIX JIMTAH/OB MIPY WX BO3IEVICTBUN Ha GaKTepuw,
SKCIIPECCHPYIONIUX 2 Pa3iINyHbIX pelenTopa IUTOKU-
mnHOoB: AHK3 nnmu CRE1/AHK4 [66]. Oka3anock, 4To
mpu OOIIEM CXOJICTBE OTHOCUTEIBLHBIX aKTUBHOCTEM
Pa3INYHBIX IMTOKVHIHOB B OOEMX TECT-CUCTEMax Ha-
GITFOfIAMINCh W OTIpEfIe/ICHHBIE Pa3INuus MEKY pelern-
TOpaMH MO CTENEHN OTBETA Ha Te WU MHbIE JIUTaHMbI.
OTO0, B YaCTHOCTH, OTHOCUTCS K TAKAM COCTUHEHUSIM,
KaK IUTUIpO3€eaTuH, yic-3eaThH, pud03uiaM U HEKOTO-
PBIM JIpyruM. DTH Pe3yIbTaThl MO3BOIMIN PENIOIO-
SKATHh HAJIW4Ue OMNpPEeICHHbIX Pa3uumil JTUTaHTHON
crenuuUHOCTU MeXy ONU3KOPOACTBEHHBIMU pellell-
TOpaMy IATOKWHIHOB U3 OJHOTO BHUIA pacTeHmi [66].

Oran  cnenm@uIeckoro  rOPMOH—PELENTOPHOTO
B3aMMOJIENICTBUS SIBJISIETCS KITFOUEBBIM TIPU BOCIPUSI-
THM TOPMOHAJILHOTO CHTHAJIA M €T0 Nepefade BHYTPh
KJIeTKA. [103TOMY CTOJL BasKHBIM SIBJISIETCS 3HAHWE Xa-
PaKTEPUCTHK 3TOTrO B3aumopencTsus [67]. s Gonee
TOYHOTO aHAJIN3a JIMTAHAHON CIEIM(PUIHOCTH peler-
TOPOB IIMTOKWHWHOB, & TaK:Ke WX OCHOBHBIX CBOICTB
ObliIa UCTIONB30BaHA CIOCOOHOCTD PELETITOPOB CIIEIH-
(pruecky CBSI3BIBATH COOTBETCTBYIOIIUE JIUTAHMbBI, B
JaHHOM cnyqae IUTOKHNHUHBI. 9TI/I HUCCIIENOBaHUSA Mbl
MPOBOJIAJIM HA TeX K€ OaKTEPUANBHBIX IITaMMaX, 9KC-
MIPECCUPYIOIINX MHIUBUIYaIbHbIC IUTOKMHUHOBBIE Pe-
LEeNnTopbl apabuponcuca. JKCIPecCHpyeMbIe PELenTo-
PbI ObLTH (DYHKIMOHATBHO aKTUBHBI ¥ IPH 3TOM MPU-
®UBUOIOTUS PACTEHUN N2
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CYTCTBOBaIM B KOHIICHTPAI[MH, TOCTATOYHOM IJIst
KOJIMYECTBEHHOTO M3MEPEHUsI X TOPMOH-CBSI3bIBa-
romiet cnocobHoctu. Tak kKak Oakrepuu E. coli He
AMEIOT COOCTBEHHBIX CUCTEM CrenupuiecKoro CBsi-
3pIBAHUSI M MeTa0OIM3Ma IIUTOKUHUHOB, HCKaXKar0-
ee BIMsIHAE TOOOYHBIX MPOIIECCOB HA MOJyYaeMble
NaHHbIE OBIIIO MAJIOBEPOSITHBIM.

PesynbTaThl ¢ NMpUMEHEHHEM BBICOKOMEUEHOTO
SH-mpanc-3eaTviHa MOKa3aJju, 4TO KUBbIE TPAHCIE€H-
HbIe 0AaKTEPHUH IEHCTBUTEIBLHO ObLIN CIIOCOOHBI CIIe-
nuuyecku CBSI3bIBATh UTOKUHUHBI, OTHAKO TOJBKO
T€ KIJIOHbI, KOTOpbIE 3KCIPECCUPOBAINA T'E€HbI PACTH-
TENbHBIX PELENTOPOB IIMTOKUHIHOB (pHc. 7a) [68, 69].
O cneunpuyeckoM CBSI3bIBAHUU MEUYEHOTO 3eaTHHA
CBUJICTEILCTBOBAJIA CYLIECTBEHHAs] U JOCTOBEpHAas
pa3HUIla MEXAY TOTANbHBIM M HecHenupuiecKuM
CBSI3bIBAHMEM, KOTOPAsk KOJIMUYECTBEHHO 3aBHCEIIa OT
TUIA PEUENTOPA U UCIONB30BAHHOTO KJIOHA, HO MOJI-
HOCTBIO OTCYTCTBOBajJla y KOHTPOJBHBIX KIIOHOB,
aKcIpeccupyromux “myctoii” BekTop. CBs3bIBaHUE
[IUTOKIHIHOB WCKIIFOUNTENBHO CHEeNu(UIHO: Haps-
Iy ¢ IUTOKUHIHAME ObIJI IPOTECTUPOBAH PSIfi IPYTUX
(pUTOTOPMOHOB, HO TOJBKO IUTOKMHHUHBI B3aUMO-
ACUCTBOBAIA C JaHHBIMH peuentopamu (puc. 70).
ByxBanentubie Katuonbl (Ca’*, Mg?*, Mn?*) B aua-
na3oHe (PU3NOJOTUYECKUX KOHUEHTpAUUi MpaKkTH-
YeCKH HE BJIMSIM Ha WHTCHCHBHOCTH CBSI3bIBAHUS
TOPMOHOB OOOMMH peleNTOPaAMHU.

Cas3pIBaHNe IMTOKMHIHOB peEleNnTOpaMHu OKaza-
JI0Ch IO OOJNBIIEN YacTH JIETKO oOpaTuMbIM. Ecnu fio-
0GaBUTh HEMEYEHBbIN 3eaTHH TMocie (QOPMHUPOBAHUS
KOMIIJIEKCOB PEIENITOPOB C MEUEHBIM 3€aTHHOM, TO
IIPOUCXOMUT OBICTPOE BBITECHEHWE METKH U3 COCTaBa
KOMIITIEKCA HEMEYEHBIM TOPMOHOM. BEITECHEHHE Me-
YEeHOr0 TOPMOHA HEMEYEHbIM IIPOXOIIIO TOPa3/Io MoJ-
Hee B ciaydae penentopa CREI/AHK4, yvem AHK3.
Bennunny cpopicTBa penienTOpOB K 3€aTHHY OIpefe-
JIANY NIpU fO0O0aBIEHNM K HUM Pa3HbIX 103 MEYEHOTO
UM HEMe4YeHoro ropMoHa (puc. 8) [67-69]. B koop-
puHaTax CkeTyappa ObLIM MOJNYYEHbI JUHEAHBIE 3a-
BHCUMOCTH, YTO YKa3bIBaeT Ha NPUCYTCTBHE OJHO-
THIHBIX CalTOB CBSI3bIBaHMWS rOpMOHa O€3 IpHU3Ha-
KOB  KOONEPAaTUBHOCTH  3TOTO  CBSI3bIBAHUS.
PaccunTannbie KOHCTaHTbI mucconmamuu (Kp) miist
3eatuHa coctaBuwian 1-2 HEM g AHK3 u 2—4 M ms
CRE1/AHK4, uro xapakTepHO Ai1s1 BhICOKOA(PUH-
HBIX TOPMOH—DELENTOPHBIX B3aUMOACUCTBUA. bBo-
jlee TOro, BEJWYMHBbI KOHCTAHT XOPOIIO COOTBET-
CTBYIOT MAaHHBIM O KOHIEHTPAIWsIX LUTOKWHUHOB
in planta. HepaBuue npsiMble U3MEpPEHNS pa3HbIX Ja-
6opatopuii [62, 70] y apaduponcuca fUKOro TUIA 1ajd
3HAYEHMUS 711 SHIOT€HHBIX KOHLIEHTPALUI MpaHc-3ea-
THHA U N30NeHTeHNafienuta B quamna3one 0.7-2.5 aM,
YTO OIM3KO K BETMYMHAM H3MEPEHHBIX K.

JlurangHyo crneuupUuUHOCTL B3aUMOJEHCTBUS
MbI HCCIIEIOBAIU, HCXOMS M3 CIOCOOHOCTU IUTOKH-
HUHOB U UX aHAJIOTOB KOHKYPUPOBATh C MEYEHBIM 3€-
aTHUHOM 3a CBsI3bIBaHUE ¢ peuenTopoM [68, 69], nus
10 ®U3UOJIOTUS PACTEHUI Ne 2
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Puc. 8. [1030Bast 3aBUCUMOCTD CBSI3bIBAHUS 3H—mpai-tc—3ea—
THHAa C IUTOKMHMHOBBIMU penentopamu AHK3 u
CRE1/AHK4 n ee anami3 B KooppuHaTax CKaT4appa.

4ero ObLI NPUMEHEH KIIACCHYECKHMI PaguoIUraHf-
HbIIt MeTof (puc. 9) [67]. Oxka3anock, 4To 06a penen-
Topa obnagany Hambojiee BBICOKMM CPOJICTBOM K
mpanc-3eaTuny (puc. 9a). Bce mogudukanun mparc-
3€aThuHa, Jaxe MI/IHOpHI)Ie, CYIHCCTBGHHO CHU2KaJIn
€ro CIOCOOHOCTD CBSI3BIBATHLCS C PeleNTopaMu. Y ja-
JIeHne y 3eaTuHa anmdaTrnieckoil 60KOBOH LENu C
o0pa3oBaHUEM afieHNMHA MPAKTHUYECKM JUIIAIO0 TO-
CIeTHUI CIIOCOOHOCTH B3aMMOJICHICTBOBATH C peller-
Topamu. To ke camoe MPONCXOAMIO IPH MPUCOENH-
HEHUU K 3TOW OGOKOBOI LIeTN OCTaTKa IIF0KO03bI (pe-
aKIuu TITIOKO3WIMPOBAHMS). H3omepuszanus
6okoBoi nenu ¢ nepexogoM OH-rpynmbl memm u3
mMpaHc- B YUC-TIOJIOKEHUE Pe3KO CHUXKaja CBsI3bIBa-
HUE MOJIEKYJBI C PElEeNTOPaMHU, XOTS 9TO CBSI3bIBa-
HUE COXPAHSJIOCh Ha BIIOJIHE JJOCTOBEPHOM YpPOBHE.
K ynusnenuto, BAII, afeHuH ¢ apoMaTuyeckuM 60-
KOBBIM PaJINKaJIOM, TPAUIIIOHHO CYNTAFOIIIUTICS OfI-
HUM U3 caMbIX 3(p(PEeKTUBHBIX IUTOKHHUHOB, MMOKA-
3aJ1 BeCbMa YMEPEHHYIO CBA3bIBAIOIIYIO aKTUBHOCTb.

HawnGonee 3HaYMMbIMM TPEJCTABISIOTCS HaIlU
pe3yAbTaThl MO YCTAHOBJICHWIO PAa3JIMUWN JIMTAHII-
HOH cHenu(UIHOCTH CBSA3BIBAHMS MEXJy PEelenTo-
pamu AHK3 u CRE1/AHK4 [69]. HuTtokuHuHs! iP-
THIIa, U30TICHTEHUIAJICHUH U ero pubo3u]], CBSI3bIBa-
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Puc. 9. Jluranpgnas cnenudpuaHocTbh TUTOKMHIUHOBBIX petentopoB AHK3 1 CRE1/AHKA4. a, 6 — KOHKypeHTHbIE KpUBbIE BHITECHEHHS

H-mpanc-3eatnHa HeMeUeHBIMH JIATAHAAMI; B — PSIBI CPOAICTBA UTOKMHIHOB K penentopaM. Ade — agennH; AcZ — anetmin-O-3e-
atuH; BA — 6-6enzunagenus (bAIl); ¢Z —yuc-3eatun; DZ — purunposeaTtus; iP — n3onenrenunanenus; iPR — n3onenTeHunafgeHo3uH;
TD — tupuasypon; tZ — mpanc-3eatis; ZOG — mparc-3eatu-O-TaoKo3uf; tZR — mparc-3eaTnHpuOo3uf; 6 — KpUBble KOHKYPEH-

mun st tZ. (1), DZ (2) u iP (3).

JIUCh C OTHOCUTEJILHO BBICOKUM CPOACTBOM C pelel-
Topom CRE1/AHK4, HO cpaBHUTENBLHO c1abo — € pe-
uentopoM AHK3. C gpyroii croponsl, DZ, nponykT
TUPUPOBAHUS IBOMHON CBSI3M OOKOBOT'O pajuKana,
ropasmo cuibHee B3auMmopeiictBoBan ¢ AHK3 no
cpaBueHnto ¢ CRE1/AHK4. OnbIT o TecTupoBaHAO
aKTHBHOCTHU 3TUX COEIMHEHNN B IIMPOKOM iMana3o-
He KOHIEHTpALUil HATJSIHO IEMOHCTPHUPYET pas3iu-
YHsl IUTAHJHON Cenu(PUIHOCTH CBA3bIBAHUSI MEXKNY
peuentopamu (puc. 96). OTHOCUTEIBHOE PacHoJIo-
>K€HME KPUBBIX BHITECHEHUS] METKH JJIsl JINTAHAOB iP
u DZ y penentopoB AHK3 u CRE1/AHK4 B3anMHO
uHBepTHpoBaHO. Ha OCHOBE NONy4eHHBIX KOHKY-
PEHTHBIX KPUBBIX ObLIN MOCTPOEHBI PAAbI CPOACTBA
TUraH-0eTKOBBIX B3aNMOICHCTBHI ISl KaXKJIOTo U3
U3Y4YEHHBIX perienTopoB (puc. 98). BaxkHO OTMETHTB,
YTO 3TH PSIbI CPOACTBA OKA3AINCh CXO[IHBI C pAAaMu
aKTHBHOCTH, OMNpENieNIeHHbIMI B (PYHKIMOHATHLHOM
TecTe MO0 aKTUBALUY IPOMOTOPA TEMU XKe UTOKUHH-
Hamu. [lony4yeHHbIe paguoNuraHgHbIM METOOM Psi-
MBI CPOJICTBA XOPOILIO KOPPENUPYIOT U C paHee ycTa-
HOBJICHHON B MHOTOYHCJIEHHBIX OMOTecTax (pusuo-

JIOTUYECKON aKTHBHOCTBIO 3TUX (PUTOTOPMOHOB.
Hamm nocnepnue pe3yabTaThl yKa3blBalOT HAa BbICO-
KYIO KOHCEpBAaTHBHOCTD JINTAHJHON CIIeNU(PUIHOCTH
CBsI3bIBaHUS, KOTOpPAasi KAYECTBEHHO HE MEHSETCs fa-
ke y penentopoB ¢ myTtanusiMu B CHASE-gomene
[71]. Bce aTO rOBOPUT O TOM, YTO MOJYYEHHBIE pa-
AMOJIMTAaHHBIM METOOM Ha OaKkTepuaabHOU CUCTE-
M€ laHHbIE O JIUTaHJHON cnenupUIHOCTH PELENnTOo-
POB OTpaxKalOT HUX peanbHble (PYHKIUOHAJIBHBIC
CBONCTBA B PACTUTEIBHON KIIETKE.

Ha ocHOBe NONy4YeHHBIX KPHUBBIX BBITECHEHUS
HaM yJajJoch pacCuuTaTh KOHCTaHTbI CPOACTBA pas3-
JIMYHBIX UUTOKMHUHOB K penentopam (Tadu. 2). Oye-
BUJIHO, YTO 3TH KOHCTAHTbI PacClOJIOXEHb] B IIMPO-
KOM Jyana30oHe 3Ha4eHUI ¥ MOTYT pa3iIudaThbCs s
pa3HbIX coegquHeHnit 6onee yeM B 1000 pas. B cnyyae
HEKOTOPBIX MOJIEKY, HanpuMep iP unu DZ, Habmto-
MAJIACH CYLIECTBEHHBIE PA3INYMs MEX/Y pelenrTopa-
MU 10 CPOACTBY K HUM, 3TU Pa3IN4usl JOCTUTAIIH I10-
psifika BEJIMYKH.

OTu pasnuuus, ECTECTBEHHO, 3aBUCAT OT OCOOEH-
HOCTEH CTPOEHHUSI LIEHTPA CBA3bIBaHUsl (DUTOrOPMOHA

OU3UOJIOTUA PACTEHUM  Tom 56 N2 2009
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Ha MoOJIeKyle penentopHoro 6enka. IToka emie Mbl
HE MOXEM TOYHO ONUCAThH CANThI CBSI3bIBAHUS LIUTO-
KUHUHOB B pelLenropax. XoTsi (pakT, YTO UMEHHO
CHASE-niomeH (popMupyeT CBA3BIBAIOIINAN [IUTOKH-
HUH CailT, yCTAaHOBJICH BIIOJIHE HajiexkHO. K HacTos-
LIEMY BpEMEHHU M3BECTHO HECKOJIBKO MyTaluil pe-
LENTOPOB, CHIKAIOIINX WU MOAABISIONINX CIELH-
(pmueckoe cBsA3BIBaHME LUTOKMHUHOB. Bce atm
MyTalMy, KaK OKa3aloch, paclojoXeHbl BHYTPH
CHASE-gomena (puc. 10) [72]. Ecau oT quToKuHU-
HOBOrO pernentopa (B manHoM cimydae CRE1/AHK4)
MOJIHOCTHIO “‘OTpe3aTh’ BCIO €ro ‘‘TUTOoIIa3MaThde-
CKYI0” 4acTb M 3KCIPECCUPOBATh OCTABIIMNACI N-KOH-
ueBoit pparment Oenka ¢ CHASE-nomenom B E. coli,
TO CBSI3bIBaHUE TOPMOHA 3TUM (PparMEHTOM COXpaHsi-
eTcs, IpUYeM Ha YpOBHE, OJIM3KOM K YPOBHIO MHTAKT-
Horo penenTopa. Hanporus, otaenennbiit C-KOHIEBOI
(pparMeHT Genka MPaKTUYECKH JIMILEH CBSI3bIBAOIIEH
crnocoOHocT. Bce 3TO OfHO3HAayHO YyKa3bIBaeT Ha
CHASE-goMeH Kak Ha TOPMOH-CBSI3bIBAOIIMN YUACTOK
6enka. OKOHYATENbHAsl CTPYKTypa CBSI3BIBAIOIIETO
caiiTa OyfieT ompefiesieHa, 0 Bcell BUAMMOCTH, MOCTe
KpUCTAJUIN3al[id  PELENTOPHOro OeilKa WM  €ero
CHASE-copep:kariero pparmenra.

Ceiftuac MbI MOXEM CTPOHUTH TOJNBKO 0oliee Wiu
MeHee NPaBoNoA0OHbIE MPEANONOXKEHNS O TOM, KaK
UMEHHO MEHSIETCSl CTPYKTypa pelenTopa Hocie CBsi-
3bIBaHUsl LUTOKMHMHA. Kak Ioka3aHo Bbllle, caM
¢pakT BpICOKOA((PUHHOTO CBSI3bIBAHMS FOPMOHA pe-
LENTOPOM YCTaHOBJIEH BIIOJIHE HAIe>KHO. TakuMm 00-
pas3oM, HanboJiee mpocTas runoTe3a AeUCTBHUS LIUTO-
KUHMHA Ha PEENTOpP COCTOUT B TOM, YTO IIpH 00pa3o-
BaHUM KOMIIJIEKCA IUTOKUHUHA C CAlITOM CBSI3bIBAHUS,
KakK IpH BCIKOM BbICOKOA(h(PUHHOM B3aNMOJIEICTBUH,
yBEJIMYUBaETCsl CBOOOAHAs SHEPrusl KOMILIEKca, KO-
TOpasi 3aTpaynBaeTCs Ha U3MEHEHUE CTPYKTYPBI pe-
LENTOpHOro OejKa, BO3MOXHO, C JIMKBUAaLuel Ka-
KHUX-TTMOO0 CTEPUYECKUX NPETSITCTBUM /TSl €10 IUMEPH-
3anui. [lanee, Kak yxke OTMeJalloCh BblIlle, HanboJsee
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Taémma 2. [IpuMepHble KOHCTAHTHI CpoficTBa (K ) IUTOKU-
arHOB K pernienropaM AHK3 1 CRE1/AHK4 apabunorncrca

ITpumepnsie K, HM
Cokpa-
Hurokunua - AHK3 CRE1/AHK4
(“mucroBoir”)|(“KOpHEBOI )
mparc-3eaTnH tZ 13 39
Tunuazypon TD 13 40
mparc-3eaTuHpuoo3un| tZR 15 50
JurunposeatH DZ 50 400
N6-(A2-m3onientenmn)- | iP 150 17
afieHuH
yuc-3eatvH cZ 375 830
N6-6en3nnageHuH BA 1050 300
N6-(A2-u3onentenun)- | iPR >2300 130
aJIeHO3VH
mparc-3eatud-0-aue- | ZOAc >2300 >2750
TH
mparc-3eatud-O-rito-| ZOG H.O. H.O.
KO3WJT
AneHuH Ade H.O. H.O.

IIpumeuanwe. H.O. — KOHCTaHTa HE ONPENIENEHa, T.K. CPOACTBO OUCHb
HU3KOE.

BEpPOSITHA IUMEPU3ALUST TOPMOH—PELENTOPHBIX KOM-
IJIEKCOB, IPUYEM KaxKfiblil OEJIOK B cOCTaBe AuUMeEpa
MOXKET HUCNOJIb30BaTh APYroil OelIoK (TOYHEE — €T0
KOHKPETHBIN “KOHCEPBATHBHbII TUCTUUH) KaK CyO-
CTpaT CBOEro TUCTHAWHKWHA3ZHOIO JOMEHA. 3aTeM
(pocchopunmpoBaHHbIN THCTUANH EpEaeT CBOW aKTH-
BHPOBaHHbI (pocaT Ha OCTaTOK acnapTrata Ha C-KOH-
ne 6enka. DTOT “‘aKTUBUPOBaHHbINA~ pocaT u sABIs-
eTcsl TOM crienupuIecKoil CUTHAIBHOH “MEeTKOM, CITy-
Kaled Uil mepefavd UMTOKMHMHOBOIO CHUTHAa

BHyTpH KieTkr. Ho Kak aToT “ropstamii” pocdat fo-

411

CRE1/AHK4 N CHASE

™ it

Puc. 10. Myrauun penenropa nutokuanHoB CRE1/AHK4, mapymaromiye cBsi3biBaHIe HIUTOKMHUHOB. KpysKkamu 0603HaYeHbI
3aMEHbl aMMHOKUCIIOT B onpepeneHHbIx no3unuax CHASE-fomena. Ocranbible 0003HaYeHNUs, KaK Ha PUC. 5.
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AHK2 ™ JIC ™ 'K
@) 17300 1HH__CHASE__HH@N GI F G2
Peuenmoput
1760 Slionk I_D'I®N SLEGZ L;urb?;wquIZtnoe.‘

(Ilna3Martmdeckas) 1176aa
MeMOpaHa CRE1/ ‘D‘l

CEeHCOpHbLe
2UCUOUH-
KuHaswvl (3)

AHK4
1057aa*

cHase_ HHBN G1 F G2
I I

Tyg—=1|  Gyp—R T Ajgpe—=T

XHQXKGSSXS

LnTomma3zma-supo AHPs His-gpochomparncmummepwi (5)
127-157 aa

B-type ARR D NLS Pezyaamoput
SAppo 7 ’ |AD||ARP||—| i || l— oméema
APO 385 600 aa G P/Qerich | | domain muna B (11)
Atype ARR,
1292950 2a Pezyaamopwvr omeema muna A (11)
(©)
HuTOKMHUHBI
ITnazmanemma
Huronna3zma
Anpo

—l'eHom ]
TpaHcKpuIuus l

ARR—A. N 'D

Puc. 11. [IByXKOMIIOHEHTHAsI CHCTEMa TPaHCAYKINH MUTOKWMHIHOBOTO CHTHAJIA y apabuaoncuca (Moxuduuposano u3 [72]).
a — CTPYKTypa U Ipe[iCTaBIeHHOCTh OeJKOB cucteMbl. ClieBa 0003HaYeHbl pa3Mepbl GeNKOB (KOJIMYECTBO aMHUHOKUCIOTHBIX
OCTaTKOB, aa). B ckoGKax cipaBa — o011iee KOIU4ecTBO 6eIKOB JaHHOTro THmna. NLS — curnan spepHoit tokanun3zanun; H— octaTok
KOHCepBaTUBHOTO ructmnHa; D — ocraTok koHcepBaTmBHOTO acnaprata. AD, F, G1, G2, GARP, N, P/Q-rich — KoHcepBaTHBHBIE 1TO-
ClIeloBaTEeILHOCTH aMUHOKUCTIOT. OcTalbHble 0003HaUYeHuUsI — Kak Ha puc. 5; 6 — 6a30Basi cxeMa BHYTPHKJIETOYHON TPAHCAYKLIUHY L1~
tokuHnHOBOrO curHana. AHK — penenrropsr; AHP — dpocporpancmurtepnr; ARR-B — perymnstops! oTBeta Tuna B (TpaHCKpHIIIOH-
Hble (pakTopbl); ARR-A — perynsitopbl oTBeTa THIIA A; CBETIIbIE KPYXKOUKH — aKTHBUpPOBaHHbIE (hocats! (~P).
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XOUT 10 saapa n CHOCO6CTBy€T TaM aKTUBalluM CIICI M-
(pl/I‘ICCKI/IX T€HOB IEPBUYIHOT'O orBeTa?

Tpm—tc@ym;uﬂ u ammeHroauusl UWUMmoKuUHUH0O8020
CUzHa.aa

ITo cBoeili cTpyKType CEHCOpHBIE TMCTUAMHKUHA-
3bI — PEIeNTOPbl UTOKMHUHOB — OTHOCSTCSL K Oell-
KaM TaK Ha3bIBa€MOW [BYXKOMIIOHEHTHOW CHCTEMBI
nepefgayn CUTHAIOB (cM. puc. 5). Takme cuctembl
TPaHCAYKIMK CUTHAJIOB OCHOBATEJIbHO H3YYEHBI Y
OakTepuil, e OHU LIMPOKO mpefcraBieHbl [73]. B
CBOEM KJIACCHYECKOM BHUJIE€ ABYXKOMIIOHEHTHAs CH-
CTEMa COCTOMT U3 CEHCOPHO! TMCTUAMHKUHA3KI (pe-
LENTOp) U peryaaTopa OTBeTa (TPAHCKPUIIIMOHHBIN
¢akrop). [Tox BnusiHUEM CienPIIECKOTO CUTHAIA
peuentop auMepusyeTtcs, pocopuIupyeTcs u aa-
Jee mepefaeT cBoil “ropsumii” pocaT Ha ocTaTOK
acraprara peryiasitopa orseta. [Tocnegnuil o6naga-
eT JIHK-cBs3bIBaroluM JOMEHOM, CBS3bIBACTCS B
pe3yabTaTe aKTUBALUY C OIIPENEIEHHON OCIIEN0Ba-
teabHOCTHIO [THK B cocTaBe mpoMoTOpa U aKTUBH-
pyeT uin, Hao60pOT, PEIPECCUPYET COOTBETCTBYIO-
LU F€H WK ONEPOH. Y apaOupioIcuca ¥ Ipyrux pac-
TEeHMI TaKKe OOHapy>KeHbI (PAKTOPHI TPAHCK PUIIIIAN
CO CTPYKTYpO¥, FOMOJIOTUYHOM PEeTyNsITOpaM OTBETA
6akrtepuit (puc. 11) [58, 59, 74-76].

OpHako 3Tu (paKkTOpPHI, KaK U Jpyrue O6ejKu Xpo-
MaTHHA, JIOKAIM3YIOTCS B SIIpax KIETOK, a CEHCOpP-
Hble THCTHAMHKWHA3BI, COTJIACHO MOCIETHUM JaH-
HBIM, BCTPOEHBI B KIJIETOYHbIE MeMOpaHbI: Kak B
IJ1a3MajlieMMY, TaK X BO BHYTPEHHHAE MEMOPaHBI KJle-
Tok [71, 77]. IloaToMy Asst TOTO, 4YTOOBI aKTUBHPO-
BaHHBI (pocaT mOoCTUT CBOEHl KOHEYHOHN Lenu, a
UMEHHO (paKTOPOB TPAHCKPUIILUH ABYXKOMIIOHEHT-
HOII cucteMsl (y apabuporncuca 3Ti (hakTophl Ha3bl-
BatoTcsa ARR-B), oH gonskeH ObITh IEPEHECEH OT TOU
UJIM MTHOI MEMOPAaHBI B SIAPO € IOMOIIBIO KAaKOTO-JIH-
060 mepeHocunka. Y apabuporncuca UAeHTUPUIIPO-
BaHO 5 TaKWX OEJIKOB-NEPEHOCUYNKOB, MOTYYUBIINX
Ha3BaHme ocdoTrpancMuTTepsl (puc. lla). Dtm
OenKky NPUHUMAIOT aKTUBUPOBaHHBIA (pocdaTr oT
OCTaTKa aclapTraTa pelenTopa Ha OCTaTOK KOHCep-
BAaTUBHOT'O TUCTUJHA B CBOEN CTPYKTYypE, Aajee me-
peMeIaroTcs B SIIPO U TaM OTAAIOT 3TOT ocdat pe-
ryasatopam otBeTa Tuna B. ARR-B umeror B cBoeM
cocraBe Tak Ha3bIiBaeMbIl GARP moMeH, cnocoOHBINI
K caliT-cnenuguuHoMy ceasbiBanuto ¢ JHK. B pe-
3yabTate ¢pochopunupoBanusi ARR-B oOperaror
BO3MOXKHOCTBL CBsi3bIBaThcsl ¢ [JHK um B3ammopei-
CTBYIOT co cnenuduueckumu yyactkamu [JHK B co-
cTaBe MPOMOTOPOB reHoB (puc. 116). Kak nmonararor,
9TH KOHCEHCYCHBIE YYAaCTKH BKIIIOYAIOT KOPOTKHUE
AT-6orarble mmocinenoBareabHoctu [52, 74, 78, 79].
HepaBHO ycTaHOBIIEHO, YTO KOHCEHCYCHAs MOCIENO-
BaTEebHOCTh MJI1 TPAaHCKPUILMOHHOIO (paKkTopa
ARRI1 npepcraBnsieT co6oii MaquHAPOM HIH NICEBIO-
nanuagpom tuna AAGATC/TT [80]. Takasi cTpyKTy-
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pa y3HaBaeMOro caiiTa IpefloJjiaraeT B3auMOJEH-
creue ¢ [JHK numepubix ¢popm ARR-B.

B pesynprare ochopunmmpoBanusi  ARR-B-
TPaHCKPUIIIMOHHBIX (PaKTOPOB HECKOJIBKO NIECSITKOB
TEHOB, B IPOMOTOPAX KOTOPBIX IPUCYTCTBYIOT y3HaBa-
eMble (pakTOpaMy HYKJICOTHAHBIE IOCIEAOBATEILHO-
CTH, aKTHBUPYIOTCSl WM PEMPECCUPYIOTCS YKe depe3
HECKOJIBKO MMHYT HOCNE BO3JEHCTBUSI IIUTOKUHIHOM.
3TO 1 ecTh KaK pa3 Te caMble paHHUE I'€HbI, WU T€HbI
MIEPBUYHOTO OTBETA, O KOTOPBIX IIIJ71a peYb BHIIIIE.

Taxoil Ha cerofHAIIHUNA JeHb IPEJCTABIISETCS CTaB-
mas yxe “KaHOHMYECKON~ cXeMa BHYTPHUKJIETOUYHON
nepefavyd UUTOKMHUHOBOro curHana (puc. 11). Ilpm
STOM IMTOKHMHUHBI MaJIO BIUSIOT HA TPAHCKPHUIIIAIO
FEHOB CaMOH JBYXKOMIIOHEHTHOW CHCTEMBI, HEIO-
CPEJCTBEHHO YYACTBYIOINX B NMPOBEJECHUN LIUTOKH-
HUHOBOTO curHana [41, 52]. Hekoropoe monoxu-
TEJIBHOE BIHMSIHUE OTMEYaNoCh JINIIb A TUCTHANH-
kuHa3bel CRE1/AHKA4. ITo Bcen BugumocTtn, 6a3oBast
IBYXKOMIIOHEHTHAasl CHUCTeMa CTaOUJIbHO TMPUCYT-
CTBYET M TOTOBa (PyHKIMOHMPOBATH BHE 3aBUCHMO-
CTH OT TOr0O, KAKOBA KOHIIEHTPAIWs TUTOKNHIHOB B
KJeTKe 1 TKaHu. OgHaKO UMEeeTCsl OfJMH THIl PEryJs-
TOpPOB OTBETA, TAK>KE NMEIOIUX OTHOIIEHNE K ABYX-
KOMIIOHEHTHOIl CHCTEME, Ha KOTOpPbIE IUTOKWHUHBI
OKa3bIBAIOT OOJIBIIIOE BIMSHIE. DTO PETYISTOPHI OT-
Beta Tuma A (ARR-A), BO MHOrOM IOMOJIOTUYHBIE
peryaaropaM OTBeTa THIA B, HO oTanyaromuecs oT
nociaegux orcyrcreueM [IHK-csa3biBaromero fo-
MeHa [58, 59, 74-76]. O4eBUAHO, YTO PETYISATOPHI
OTBETa THUNA A HE SIBIISIIOTCS HENOCPENCTBEHHBIMU
¢pakropamu Tpanckpunuuu. 3ato ARR-A oGnagaror
(pyHKIMOHATBHBIM PECHUBEPHBIM JOMEHOM, CIOCO0-
HbIM BOCIIPHHAMAaTh AaKTHBHPOBaHHBIH (pocar ¢
¢ochoTrpancmurrepos ananorndyio ARR-B. Oto n
npeponpenaenseT ponb ARR-A Kak HEraTUBHBIX pe-
TYJIATOPOB JIEWCTBAS UUTOKMHWHOB: C HA4aJOM aK-
THBHOTO CHHTE3a 3TUX PETyJIITOPOB OTBETA OHHU, KaK
MpEeANnoaraeTcs, MepexBaTbIBalOT Ha ce0s 3HA4M-
TEJIbHYI0 4YacTh AKTHBHPOBAHHBIX (pocdaToB, Ha-
MpaBIISIEMBIX B SIIPO, U YPOBEHb IUTOKUHUH-UHAYIIN-
POBAHHOW TPAHCKPUILUU CHUXKAETCS. DTO OO BSCHS-
€T CBOEOOpa3HbIll XapaKTep KWHETHUKH WHIYKIUU
TPaHCKPUIIMK IPOMOTOPA TUIIMYHOT'O T'eHa paHHETO
oTBeTa ARRS, B 4aCTHOCTH, CIEAYIONINIA 32 PE3KUM
MOTbEMOM OBICTPBIA CHaj] KOJINYECTBA TPAHCKPHII-
TOB, YTO ObLIO OKa3aHo Hamu (puc. 4) [41] u apyru-
Mu aBTopami [35, 37] B IpsIMBIX 9KCIIEpUMEHTAX.

OpHako TOJBKO M ABYXKOMIIOHEHTHAs CHCTEMa
0aKTEepHAIBHOrO TUIA YYaCTBYET BO BHYTPHUKIIETOY-
HOH mepefaye HUTOKUHUHOBOIO cUrHana? Mbl npo-
BeNH (papMaKOJIOTHYECKHIA aHAJIN3 BIUSHUS Pa3nnd-
HBIX HHTUOUTOPOB M aKTHBATOPOB KOHKPETHBIX CHUT-
HaJlbHBIX MyTed OYKapHOTHYECKOro THMA Ha
MOJIENIBHBIX CHCTEMaxX MPOpPOCTKOB amapaHTa [81] n
ARRS5::GUS apabunoncuca [38]. Cpenu 60nbIioro
KOJIMYECTBA COEUHEHUIl ObIIO MPOaHAIU3UPOBAHO
AefcTBrEe MHTUOUTOPOB NpoTenHpocdaTas u npore-
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Taomma 3. PapMakoJIornyeckuii (MHrHOUTOpHbINA) aHamu3 akTuBaimu ARRS::GUS murokunnaoMm (BAIT) B mpopocTkax
apabuporncuca

Wuruburop KonuenTpanust Wupykuwst, % Muiiens(1) ”HTrUOUTOpA
BATI 6e3 naru6uropa 5 MM 100
Byran-1-on ~1% 22+2 ¢ocdonunaza D
ITponasn-1-on ~1% 29+3 ¢ocdommnaza D
Byran-2-on ~1% 80-100 n3omep OyTas-1-om1a
IIpomnan-2-on ~1% 80-100 u3oMep mpomas-1-omna
SOTA 10 MM 0 NUBAJICHTHBIE KATHOHBI
BAPTA 10 MM 2+2 KallbIuii
W7 500 MmxM 0 KaJIbMOJyJIUH
Kanukynua A 2 MkM 9+1 nporenHpocdaraza (1 =2A)
OxapaeBast KHCIOTa 2 MM 67t6 npoteurdocdarasa (2A > 1)
Taytomunus 0.5-2 MmxM 100 nporerHpocdarasa (1 >2A)
K252a 4 MM 40+ 19 MPOTENHKUHA3BI
T'enucrenn 50-500 MmxM 100 TUPO3UHKUHA3BI
PockoButun 10-100 MM 100 [IMKJIMH-3aBUCUMbIE KMHA3bI
L-NMMA 10 MM 25%2 NO cunTasa
CnepMmuH 50 MM 35+1 HEU3BECTHA
U73122 10 MxM 70£3 ¢oconumnaza C
BoprmanauH 1-4 MxM 100 ¢ochaTnarnTuHO3NTON—3-KNHA3A
ITponpanomnon 250 MM 17+£3 ¢ocarasza dpochaTuHON KUCIOTHI

WHKWHA3, MHrIONTOpoB oconumnasz D u C, goHo-
POB OKcHujla a30Ta ¥ MHTUOUTOPOB €ro CUHTAa3bl, aH-
TaroOHUCTOB KaJIbLUs U KaJbMOAYJINHA, aKTUBATOPOB
G-0enkoB u MHOrux Apyrux. CIucoK psifia THTUOUTO-
POB, MPOSIBUBIIMX WM HE NPOSBHUBIINX CBOIO JEH-
CTBEHHOCTb Ha MOJEJIU TPAHCT€HHOrOo apabHUioICH-
ca, mpuBefieH B Tabu. 3. Oka3anock, 4YTO NepPBUYHbIE
CnupThl O0Nafjany CIOCOOHOCTBIO HONABIATH AeH-
CTBHE IMTOKWHWHA, TOTNMa KaK OJIHW3KHE TO CBOU-
CTBaM BTOPWYHbBIE COUPTHI B 3TUX YCIOBUSIX ObLIN
HeaKTUBHBI. I3BECTHO, UTO CBOWCTBOM crienuguie-
CKU B3aMMOJEICTBOBATH C NMEPBUYHBIMU, HO HE CO
BTOPUYHBIMU CIUpPTaMU 0O0JafaroT ocdoaunasbl
rpynnsl D (®aD) [82-84]. B pesynbraTe B3auMopei-
cTBUS C nepBuuHbIMU cnuptamu PaD nepecraer
MIPOU3BOJUTL OCHOBHOHM MPOAYKT KaTaJIU3UPyEMOR
peakyn — ocaTugHble KUCIOTHI, 2 BMECTO 3TOTO
ob6pazyer ¢docharupuncnuptel (puc. 12). Pocda-
THJIHbIE KHUCIOTBI SIBISIIOTCS TOCPEHUKAMH TPH
TPaHCAYKIMYA MHOTHX CUTHAJIOB, B TOM YHCII€ TOPMO-
HaJbHBIX [85, 86]. [ToaTomy cnenuduyeckoe moaas-
JIEHHe TOrO WJIU MHOTO Ipolecca KU3HEAesTeIbHO-
CTH NIEPBUYHBIMHA, HO HE BTOPUYHBIMH CIHPTAMH Ja-
CTO CIYyXHUT YyKa3aHHeM Ha TO, 4YTO B [JaHHOM
npouecce y4acTByroT ®iD.

MsI mpoBenu crnendanbHOE HCCIEOBAHUE BO3-
MOKHOCTH y4dacTtusg D B TpaHCOyKINY NUTOKWHH-
HOBOTrO curHajua. Ilepsuunble ciupThl (3TAHOIN, IPO-
nas-1-om, OyTaH-1-0i1) obnaganyu celeKTUBHOH CIO-

COOHOCTBIO B HHU3KMX KOHIIEHTpalusAX (HauuHas C
0.1-0.2%) nongaBnsTh AeficTBUE IUTOKMHIHA. ByTaH-
1-o71 mposBUN 60J1€€ BBICOKYIO aKTUBHOCTB 110 CPaB-
HEHHUIO CO CIMPTAMH MEHBIIETO MOJIEKYISIPHOTO Be-
ca (puc. 13a), 4TO HaXONUTCS B COIJIACUU CO CBOWA-
crBamu TunuuHbIX ®aD [87]. Ha MopmenabHON cucte-
M€ NPOPOCTKOB aMapaHTa C MOMOIIbIO KMHETHKO-
MHTUOUTOPHOTO aHanu3a ObLIO MOKa3aHO paHHEe
ACUCTBUE MEPBUYHBIX COUPTOB (OyTaH-1-071a), npo-
ACXOfdIllee MO Haydaja aKTHBALWW TPaHCKPUIILHN
[81]. Ha mopenbHO# cucreMe IPOPOCTKOB apadu-
floricuca ObLIIO MOKAa3aHOo MOfiaBJIeHNEe aKKyMYJISIAN
UUTOKMHNH-3aBUCUMBIX TPAaHCKPUITOB B MPUCYT-
ctBuu OyTaH-1-oma (puc. 136, 13B) [38, 87]. OTu gan-
HbI€ HAXOMATCS B COIVIACHM C IPEJIOJIOXKEHUEM O
peicteun PnD Ha craguyM TPaHCAYKUUU UUTOKWHU-
HOBOT'O CUTHaJa, T.€. B IEPUOJ] A0 Haydasa NojgbemMa
TPAHCKPUIIMHK. Y CTAHOBJIEHO TaKXe, YTO HE TOJIBKO
NepBUYHbIE CIIUPTHI, HO U Apyrue uHruoutopsl GaD
MOMIABJISIFOT AEHCTBUE NIMUTOKUHUHOB. B Hammx omnbl-
Tax u3BecTHbI nHrHOUTOp PnD, LPE [88], cHikan
creneHb UHAYKUUU ARRS::GUS TpaHCcreHa IpakTH-
YecKH 70 ypoBHsS KOHTpods [89]. B mpyrux ombiTax
Ha MPOpPOCTKaX aMapaHTa, IPOBENEHHBIX B COBMECT-
HOM HuccrnefoBannu ¢ gadboparopueit B.C. Kpasua B
pamkax nmpoekta MHTAC, 66111 osry4eHbl IpsMble
manHble 00 akTuBauuu ®naD B paHHMI nepuop fei-
CTBUS IUTOKUHUHOB, IPUYEM 3Ta aKTUBALUS IPOSIB-
nsanack yxe yepe3 10 MuH nocie fo6aBiaeHust pUTO-
OU3UOJIOTNA PACTEHUM Ne 2
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Dochomnmmnbt

ITpucyrcrBue

BopnHnas cpepa
NEPBUYHBIX CIIPTOB

®ochommmaza D

docharupnbie

dochaTuguIICIIPTLI
KHCJIOTBI q) a p

Perynaropublie
MTPOLECCHI

Puc. 12. Cxema o6pa3oBanus ¢ocaTugHbIX KUCTIOT (T10-
CpPETHUAKOB B Tiepefiaye curHaiioB) ¢oconumasoit D u 61o-
KHPOBaHUS 3TOTO IIpoliecca NepBUYHBIMU CIIPTaMU.

ropmoHa K npopoctkam [90, 91]. Ilpegnonaraercs,
YTO YyBCTBUTEJbHAs K UUTOKMHUHY PuD siBnsercs
3aBUCHMOIl OT pochaTugunuHo3uT-4,5-qudpocdara
(PIP,). ITpm atom GyrtaH-1-om B ¢pu3monormuecku
3(p(peKTUBHBIX KOHIEHTPAIMIX HIKAKOTO Crieln(u-
yeckoro aggekra Ha COOCTBEHHO TOPMOH—peler-
TOpPHOE B3anMOJIeficTBIE He OKa3bIBal [69]. Bece atn
U Ipyrue pe3ysbTaThl CIyKaT BaXXHBIMU apryMeHTa-
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MU B nosb3y yuyactus PnD uMeHHO B mpouecce
BHYTPHKJIETOYHON TPaHCAYKIMHA IUTOKUHUHOBOIO
CHUTHAIA.

IToka e1ie MbI He B COCTOSIHUM TOYHO OO03HAYNTH
KOHKpETHbIE MeCcTO U posib D B TpaHCAYKIUH CUT-
Hajia [UTOKWHWHA, 71 9TOTO HY>KHBI aTbHEHIINE HC-
cnegoBanus. PocaruaHas Kucnora, npoaykT PuaD,
MOXET TPSIMO B3aMMOJEHCTBOBATH C Pa3INYHbIMU
OeTKaMHy ¥ BIMATH Ha MX OMOJIOTMYECKYIO AKTHBHOCTD
[92]. C pmpyroit cropoHsl, (ocaTHaHbIe KUCIOTbI
CIOCOOHBI BBI3BIBATH IEpPEPACIpPEENICHAE OTNEIb-
HBIX OEJIKOB MEXXAY Pa3IMYHbIMHI KJIETOYHBIMU KOM-
apTMEHTaMU, B YaCTHOCTH, ‘“3asikopuBas’ OeJIKH Ha
MeMOpaHax [93]. Takoe nepepacnpefieIeHue MOXKET
o0nervyaTh WM, HAOOOPOT, 3aTPYAHATb OEI0K—Oen-
KOBBbIE B3aUMOJIEHCTBUS, YIaCTBYIOIE B TPaHCAYK-
uy curHanos. Takum cnoco6oM ¢ocaTuHbie Kuc-
JIOTBI MOTYT PETYJINPOBATh, B TOM YHCIIE, aKTUBHOCTD
KackajgoB ¢ocdopunupoBanus 6enkos [94]. Kpome
TOro, akKTUBHOCTE ®dnD MoxkeT ObITh HEOOXOTUMOI
I CTPYKTYPHBIX IIEPECTPOEK CAMUX PELENTOPOB B
MeMOpaHe MOcle UX B3aMMOJIETICTBUSI C TOPMOHOM.

B orHomenuu apyrux 3¢p¢eKTUBHBIX UHTHOUTO-
pOB, Takux, Kak xejaaTopbl Kanbuus (QTA, BAP-
TA), nonnaMuHbl (CIepMUH) WX UHTHOUTOPBI NO-
cunTasbl (L-NMMA), monoiaHuTeNbHbIE UCCIEA0Ba-
HUSI HE TOATBEPAWINA WX YIaCTHUS HA CTA UM TPaHC-
OyKIUKA OUTOKWHUHOBOTO curHama [38, 40, 81, 95,
96], 4yTO yKa3bIBaeT Ha BO3MOXHOCTH HUX OTHOCH-
TEJILHO Hecnenu(puIecKOro WHrUOMPYIOMIETO Jei-
CTBUSI Ha Oollee MO3[AHUX CTAMSIX NeHHOT'O OTBETA.
MacronapaH, NEeNTUAHBIH aKTUBATOpP TEeTEPOTPH-
MepHbIX G-6eJKOB, B MIPOKOM JIMaa30He KOHIICH-
Tpanuii He BOCIPOM3BOAIII 3(pPeKTa MUTOKMHIHOB,
YTO CBHUJIETENBLCTBYET NpOTHUB yuacTusi G-6esok-3a-
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Puc. 13. [Tonasnenne neiictBus nurokuanHa (BAIL, 5 MKM) nepBHYHBIMU CIIIPTAMU Ha MOJIENH TpaHCIeHHOro ARRS ::GUS apatu-

Jgoncuca.

a — KOHIIEHTpaIMOHHbIE 3aBIUCHMOCTY BIVSIHUSA Psifia CIUPTOB; 0, B — BIMsiHKE OyTaH-1-oma (1-6yT) n 6yran-2-ona (2-6yT) (1%) Ha ak-
tBHOCTE GUS (6) 1 Ha copiepkaHue TpaHCKpUNTOB reHa ARRS (B). I — 1-6yT; 2 — MeTaHOT; 3 — 3TaHOT; 4 — 2-6yT.
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BHCUMBIX TPaHCMEMOpaHHBIX PELENTOpPOB B CHTHA-
JMHre UUTOKMHIHOB. B 11e710M mony4yeHHble TaHHbIe
MO3BOJISIFOT paccMaTpUBaTh IPOLECC TPaHCAYKLUH
UUTOKMHINHOBOTO CHTHajla KakK JOCTaTOYHO CIIOXK-
HBIf, B KOTOPOM YYacTBYIOT HE TOJBKO 3JIEMEHTHI
ABYXKOMIIOHEHTHOIl CUCTEMbI OaKTEpPUAIBLHOIO TH-
Ma, HO U KOMIIOHEHTBI CHUCTEM 3YKapUOTUYECKOrO
THIA, B TOM YUCIIE CBSI3aHHbIE C aKTUBHOCTHIO PuD.

HEKOTOPBLIE CIIEJCTBUA
“MOJIEKYIIAPHBIX” OTKPBITUU

Ilyme om cuznana 0o agpgpekma

JlocTuKeHus1 NOCIEAHUX JIET MO3BOJSIOT JyyYllle
MpEefICTaBUTh MOJIEKYJISpPHbIE MEXaHU3MbI, OJarofa-
Ps1 KOTOPBIM LUTOKWHUHBI PEATN3yIOT CBOe (pu3uo-
Joruyeckoe jeiicreue B pacteHud. Ha npumepe Mo-
[eILHOTO pacTeHus] apaOUIONICUC YCTaHOBJIEHO, YTO
MarucTpajbHbIM IIyTEM BOCIPUSTHS HUTOKUHIHOBO-
r'o CUTHasa KJIETKOM SIBISIETCS IYTh C y4aCTHEM MEM-
OpaHHBIX TMCTHAMHKMHA3 KaK PElenTOpPOB U ABYX-
KOMIIOHEHTHO# CUCTEMBI 15l TPAHCAYKIIUU CUTHAIIOB
Ha OTPaHUYCHHBIN CIEKTP T'€HOB IEPBUYHOIO OTBE-
Ta. Peakiusi 3TUX reHOB Ha [UTOKUHWUH ONPENIEeNsIeT-
Csl IX IPOMOTOPAMH ¥ TPOUCXOAUT HA YPOBHE MHULH-
Ay TPAHCKPHUNLUH. DTOT IPOLECC peanu3yercs
OBICTPO, B T€UEHNE MUHYT, @ UHTEHCUBHOCTD BCILIIEC-
Ka TeHHOTO OTBETa OTpaHMYeHa MeXaHW3MaMu 00-
paTHO# cBsi3u. IIpu 3TOM penenTopbl MOTYT pearu-
pOBaTh HE TOJNBKO HAa BHEKIIETOYHbIE IUTOKNHUHBI B
amoruiacre, HO U, IO BCell BUAUMOCTH, HA BHYTPUKJIE-
TOYHbIE TOPMOHBI B CUMIUIACTE WM SHAONJIACTE, TaK
Kak 3HaYUTeNbHas 0I5l pelleNTOPOB OOHAPYKIBAaETCS
BHYTpH KJIeTOK. MHOTHe TeHbl IEPBUYHOTO OTBETA Ha
LUUTOKUHVH KONUPYIOT PErylsTOpHble OENKH, KOTO-
pble BBI3BIBAIOT BTOPUYHBIE TNIOOABHBIE N3MEHEHUS
9KCIPECcCcUr FTeHOMA 110 KaCKaJTHOMY NprHIMITY. B aTOM
cydyae BO3MOKHbBI pa3Hble YpOBHU peryisinun. Hanpu-
Mep, U3BECTHBI Cly4yaul PEeryNsui 3KCIPECCHH MEeHOB
UUTOKMHVHAMYU HE TOJILKO HAa YPOBHE MX TPaHCKPHII-
ud, HO 1 Ha ypoBHe crabmisHOCcTH MPHK [97]. BO3-
MOXKHO TaKxKe TMPsSIMOe BIUSTHIE IUTOKMHUHOB Ha CHH-
Te3 Oenka Ha pubocomax [14, 98, 99] u maxe moct-
TPAHCISLMOHHYIO cTabuiabHOCTh Oenka [100, 101]. ¥
apabupioncuca IUTOKWHUHBI MOJIOXKUTENHLHO BIMSIOT
Ha aKcrnpecchto reHoB (AtSAHH I, AtADKT), KOHTpomu-
PYIOLIMX YPOBEHb IT100aIbHOIO METHIMPOBAHUS T€HO-
Ma [102], koTopoe, B CBOIO 04epefib, BO MHOIOM yIIpaB-
nsieT akenpeccueil reHos [103]. He nckirouens! u fipy-
r'Me YPOBHHU ACHCTBUSI TUTOKMHIHOB; OJHAKO IIOKA OHU
MaJio U3y4yeHbl.

PesynbraToMm nepepfaun HIMTOKMHUHOBOTO CHTHA-
Ja SBISIIOTCS TaKue M3MEHEHUs! 3KCIPECCUU I'EHOB,
KOTOpBIE BEAYT K TEM WJIM MHBIM TUIIMYHBIM (pU3U0-
nornyecknM 3¢dpexram. IToka Iunb s HEMHOTHX
OBICTPBIX 3((EKTOB, PEryIUPyEeMbIX HUTOKUHUHA-
MU, BBISICHEHBI JIeXKal[ue B UX OCHOBE MOJEKYJISp-
HbIe mpouecckl. Hanpumep, ans ctuMymsinquy CUHTE-
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3a IUTMEHTOB IIOJ] JE€fICTBUEM IUTOKMHUHOB JOCTa-
TOYHO aKTHBAIINM JIHUIIL HEOOIBIIOrO YUCIa T€HOB.
Y apabupgoncuca, B YaCTHOCTH, yCUIIUBAETCI KOOPAH-
HUPOBaHHAsI 3KCIIPECCusi YeThIPEX TeHOB OMOCUHTE3a
AHTOIMAHOB, MPUUEM IKCIPECCUs IBYX T€HOB pery-
JIUpPyeTCs TPAHCKPUIIIMOHHO, a IBYX APYTHX — IOCT-
TpaHckpuniuoHHo [104].

IIpn wHAYKUMM KIETOYHBIX feJeHud Tpebyercs
YK€ ropasfo OONbIIEE YICIO MOJIEKYJIISIPHBIX yYaCTHU-
KOB. Y apabwupioncuca B nepexitouenmn Gl- u G2-¢a3
KJIETOYHOTrO IMKJa y4acTBYIOT He MeHee 50 pa3HbIX
0ENKOB, Cpefu KOTOPBIX MAeHTH(pHIpoBaHo 30 nuK-
JMHOB, 11 IUKIVH-3aBUCAMBIX NPOTEVHKWHA3 U €Ile
psig mHruOuTOpOB 3TUX KUHasz [105, 106]. B 3aBucumo-
CTH OT THIA KJIETOK, IUTOKUHUHBI ACHCTBYIOT NTO-pa3-
HOMY: B KYJIbTYpE KJIETOK, KaK IPaBUJIO, OHA CTUMYJIU-
PYIOT KJIETOUHBIE JIIEHUs], TOTa KaK P NHULMALUH
OOKOBBIX KOPHEN HA0OOPOT, OJIOKUPYIOT ACICHUE KIle-
ToK nepunukia [107]. ViMeroTcst faHHbIE O TOM, YTO
UUTOKHHUHBI MOTYT CTUMYJIHMPOBATh OMOCHUHTE3 OT-
AEIbHBIX UUKJIMHOB U BIUATH HA YPOBEHD (hOCHOPIITHI-
poBaHus OEJIKOB KJIETOYHOT'O IIMKJIA; OfHAKO 3THU IIPO-
LIECCHI elle HEJOCTaTOYHO U3YyYEHBI. B CBEpPXBBICOKHX
[03aX IUUTOKMHUHBI BBI3BIBAIOT aloONTO3 KIETOK HE
TOJBKO pactenui [27, 28], Ho u XnBOTHBIX [33, 34]. By-
AyIIUe MCcCcaeoBaHusl TPAHCKPUIITOMOB U IPOTEOMOB
OT/IENBHBIX OPraHOB, TKaHEH M KJIETOK IMOMOTYT IIPO-
CIIE[INTD LETTIOYKN N3MEHEHWI aKTUBHOCTH KITFOUYEBBIX
TEHOB 1 OENIKOB, MPUBOJSIIUX B KOHEYHOM UTOTE K pe-
anu3anyu (pU3NOJIOTMYECKHUX MPOrpaMM JaHHOTO (pu-
TOrOPMOHa.

Yuacmue yumoxuHuHo8
8 0aAbHeOUCMAHUUOHHOU KOMMYHUKAUUU

HcnonneHnne UUTOKMHUHAMY FOPMOHAIBHOHR PoO-
JIX TOJIpa3yMeBaeT uX OMOCUHTE3 B OTHON YacTH pac-
TEHUsl, a Jajee TPAHCHOPT U CUTHAJIBHOE BO3[EH-
CTBHUE Ha JIpyTryIo yacTb. OJHAKO CUTYalus OCIOXKHS-
€TCsl HaJuurheM MHOXECTBEHHBIX MECT OMOCHHTE3a
UATOKVMHUHOB U UX MPHUCYTCTBUEM B OOOMX TpAHC-
MOPTHBIX KaHajax pacTeHus, T.e. B KcuiieMe u Io-
amMe [16]. Mexay TeM UUTOKHMHHHBI yXKe JJaBHO U HE
0€e3 OCHOBaHUI pacCMAaTPUBAIOT KaK OCHOBHbIE IOp-
MOHBI KOPHS, KOTOPBIE epefatoT NH(OPMaIKIO 10-
O6eraMm (JINCTBhSIM) O CTENEHU ero OJaromnojydyust u o
HaJIMUMU Ba>KHBIX MUTATEIbLHBIX 3JIEMEHTOB (COeNU-
HeHwuil a3ora) [2, 15, 20]. Kak xe kneTku mobera (Jiu-
CTa) OTJAMYAIOT MpUILIEIINE U3dajeKka IATOKMHIHBI
KOpPHS OT UUTOKUHUHOB, 00pa3yeMbIX B CaMOM Io0e-
re ¥ NepefiBUraroluxcs 1no guosme?

3neck cneyeT BCHOMHUTH 00 OCOOEHHOCTSIX 001Ien
OpraHM3alyy UTOKWHIHOBOW CUTHAJILHOW CHCTEMBI Y
pacrenuil. B oTiimure oT MHOTHX JIpyruX (PUTOTOPMO-
HOB (aykcuH, 3TuneH, ABK), INTOKMHMHBI IpeficTaB-
JIeHbI OOJBIIAM YHCIIOM U30(POPM, C BOZMOXKHOCTBIO
ONpPEENECHHbIX B3auMoIpeBpanieHnii. CnekTpbl 3TUX
u3oopM B KcuiieMe U (pII03Me CHIIBHO pa3InyaloTcs
[16, 108]. KcumeMHble UUTOKWHUHBI MPEACTaBICHbI,
®UBUOJIOTUSI PACTEHUN N2
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Ta6muma 4. Pons naauBunyansHbix AHK-penenTopos B peryinsiiuy TNTOKUHIH-3aBICHMBIX IIPOLIECCOB y apaduponcuca™

Pacrurenbhblil MaTepuan Perympyemslit mponece Yuacrue penentopos
TToGer pocT mucTa ¥ nodera AHK3 > AHK2 > AHK4
POCT THIOKOTHUIIS AHK3 > AHK?2, AHK4
pa3BUTHE XJIOpOILIAcTa AHK3 > AHK?2 > AHK4
Je-3THOJISIINS Tobera AHK3 > AHK2, AHK4
ycToamBOCTh obera K [IK-ceeTy AHK3 > AHK2, AHK4
CTapeHue JIUCTa AHK3 > AHK2, AHK4
COXPaHHOCTb XJIOpO(huiIa AHK3 > AHK2 > AHK4
Kopenb pOCT KOpHSI (MHTUOMPOBAHUE) AHK4 > AHK3, AHK?2
¢opmmpoBanme fo6aBounbix KopHeln | AHK4 > AHK3 > AHK?2
Knerounas kynbrypa TeJIeHre KJIeTOK AHK4 > AHK3 > AHK2

¢opMIpOBaHUe MIIACTHH

AHK4 > AHK3 > AHK2

* Ha ocHOBe paboT ¢ ABOMHBIME MyTaHTaMu apaduponcuca no AHK-renam [57-59].

[JIaBHBIM 00pa30M, IMTOKMHUHAME 3€aTHHOBOI'O THUIIA
(Z-Tvm), c MpeBaNMPOBAHUEM MIPAHC-3€aTHHPUOO3NAA.
3eaTHHOBbIE IUTOKWHUHBI OOPA3yIOTCS B OCHOBHOM B
KOHYHMKE KOpHS, T7ie 3KCIPeccupyroTcsl (PepMEeHThI
CYP735A, noOasistroiye K OOKOBOH LENH U30IEHTE-
HUIbHBIX HATOKMHUHOB TUAPOKCHI B MIPAHC-TIONOXKE-
Huu [7]. PO3MHBIE K€ IUTOKWHUHBI THIPOKCHIIAPO-
BaHbl B MEHBILIEN CTENIEHN U MPEICTaBIEHbl B OCHOB-
HOM COEMHEHMSIMI N30NEHTEHWIBHOTO psifja (iP-Tum),
[JIaBHBIM 00pa30M, W3ONEHTEHWIAIeHUHPUOO3HIOM.
CopepxaHue mparc-3eaTuHa Bo hpJI03Me OYEHb HEBE-
nuko. B kcuneme, 1 0coOeHHO BO (pII03ME, TOCTATOYHO
BBICOKO COfiep>KaHMe TaKXkKe yuc-3eaTHHPHO03uya; ofl-
HAKO C YYETOM €r0 HU3KON OMONOrM4eCcKOil aKTUBHO-
CTH BKJIAI Llic-3€aTUHA B OOLIYIO IUTOKMHUHOBYIO aK-
THBHOCTb apaOuJIONCuca BPps U CYyLIECTBEHEH.

C pyroii CTOpOHBI, BOCIIPUSITHE Pa3HBIX H30(hOPM
IUTOKUHIHOB KJICTKOM 3aBUCUT OT TOr0, KAKNE NMEH-
HO peLeNnTophl B HEH npefcrasienbl. Kak oOcyxkpa-
JIOCh BBIIIE, OCHOBHBIE PEUENTOPHI IUTOKWHIHOB
apa6upomncuca, AHK3 n CRE1/AHK4, nmeror cxopn-
HOE W BBICOKOE CPOJICTBO K MPAHC-3€aTUHY U €TO PH-
603Uy, HO CUWJILHO Pa3N4aroTcs MO CPOAICTBY K U30-
MEHTEHWIHHBIM (pOopMaM IUTOKMHUHOB [69]. Penen-
top CRE1/AHK4, skcnpeccupyrommiicsi Gonbimei
YacThIO B KOpHE W Onpefesstomui 3(pgeKThI IUTO-
KWHUHOB B NMOJI3€MHBIX OpraHax (Tabi. 4), uMeeT Bbl-
COKOE CPOJICTBO K M3ONEHTEHUIAfIeHUHY, OJIU3Koe K
CPOXICTBY K mparc-3eaTtnny (tabm. 2). CnegoBaTenb-
HO, 3TOT PELENTOp YYBCTBUTENIEH KaK K 36aTHHOBBIM
IUTOKWHUHAM KOPHS, TaK W K M30NEHTEHWIBHBIM I[H-
TOKWHUHAM, KOTOPbIE MOTYT JIOXOUTH 0 KOPHS W3
no6era no ¢uoame. Penenrop AHK3, akcripeccupyro-
muiics OOMbINel YacThio B mobere (Me3oguiie Ju-
CTa) W OMNpENeIsroNi 3(P(eKThl MUTOKWHUHOB B
HaJ3eMHbIX opraHax (Tadi. 4), UMeeT HU3KOe CpPOfi-
CTBO K HM3ONECHTCHWIBHbIM IHUTOKHHUHAM (PIO3MBI
(Tabm. 2) u, cremgoBaTeNbHO, ‘‘HACTpOeH” Ha 3eaTHHO-
BbI€ IIMTOKWHWHBI, TIOCTYIAOIIHE B IOOET M3 KOPHS B
pe3ysibTaTe JadbHero TPaHCIopTa MO KcuiieMe (CM.
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cxeMy Ha puc. 14). 3HauuT, B 3TOM CIy4yae OCyLIeCTBIIs-
eTcsl JaNbHEINCTAaHIMOHHOE IEWCTBHE IUTOKWHUHOB.
TakuMm oOpa3oM, (PYHKIMOHAJIBbHAS TE€TEPOre€HHOCTH
PEeLenToOpOB NUTOKUHUHOB MOXKET MMETh NPSIMOE OT-
HOIIIEHNE K UX POJIA B MESKOPTraHHON KOMMYHUKAINX 1
KOOPAMHHAPOBATh KU3HEAEATEILHOCTh PACTEeHHsT Kak
(pyHKIMOHANBHO [IEIOCTHOTO OpraHu3Ma.

AHK3

/N

ZR,Z

noder

dnosma 1P, iPR
dnosma iP, iPR

KOPEHb

ZR, 7 xcunema

iP iPR

N/

CRE1/AHK4

Puc. 14. Ipennonaraemasi cxeMa RalbHEUCTAHIIOHHOTO
HelicTBUSI UIMTOKMHUHOB B pacTeHMH (Ha Ipumepe apabu-
poncuca). Z, ZR — [UTOKUHWHBI (1 paHc-)3€aTAHOBOTO TUMA,
TpaHCHOPTHpPYEMbIe W3 KOpHS B MoOer mo kcuieme; iP,
iPR — OUTOKMHIHBI M30NEHTEHWILHOTO THIIA, CHHTE3HUpYe-
MbIe B obere 1 TpaHCIOPTHpYeMble 1o ioame. [JoMuHN-
pyrommii penentop B notere (nmucre) — AHK3, B xopre —
CRE1/AHK4. 2KupHble ByCTOpPOHHHE CTPENKU 00O3Hava-
IOT CHJIbHOE TOPMOH-PEleNTOpPHOE B3aMMOJENCTBUE, TOH-
KHe CTPEeJIKH — OTHOCHTEINILHOE cllaboe B3anMOJIEICTBIE.
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Bszaumooeticmsue cuzHaabHbIX cucmem

LIuTOKUHNHOBAs CUCTEMA PETYJIISIUN CYLIECTBYET
B pacTeHNH HE U30JIMPOBAHHO, a B TOCTOSIHHOM KOH-
TaKTe€ C APYTUMH PEryISTOPHBIMA CHCTEMaMH, B
[EPBYIO OYepeib TOPMOHAIBHBIMU. [laBHO U3BECTHO
O TECHOM B3aMMOJEHCTBUU IMTOKMHUHOB M ayKCH-
HOB, KaK aroHNCTHYECKOM, TaK W aHTarOHUCTUYe-
CKOM, YTO 3aBHCUT OT THIIa IPOIiecca, yIPaBJsieMOro
STUMH (PUTOTOpMOHaMHU. LIUTOKMHUHBI U ayKCHUHBI
CO3JIal0T CBOMCTBEHHbII MMEHHO PACTECHUSIM NMPOTH-
BOTOYHBIN PETYJISTOPHBIA KOHTYP, BO MHOTOM OIIpe-
[EJSIOINIA CKOPOCTh OUIOJIIPHOrO posndepaTuB-
HOTO pocTa 1 OOIIYI0 apXUTEKTOHUKY 1oOera u Kop-
HeBoI cucteMmsl [2, 20, 21, 108, 109]. MonexkynspHabie
OCHOBBI B3aUMOJIEICTBYSI IUTOKNHUHOBO! M ayKCH-
HOBOH CHTHAJBHBIX CUCTEM, OCOOEHHO B XOJie pery-
nAnuY TponuepaTUBHON aKTUBHOCTH KIIETOK, CeM-
Yac UHTEHCUBHO uccnenpytorcs [105, 111].

Takxke JaBHO U3BECTHO OO aHTAarOHUCTHYECKUX B3a-
MMOOTHOLICHUSIX TUTOKUHIMHOB U ABK B Takux npo-
Heccax, Kak (OyHKIMOHMPOBAHNUE YCTHULL, IPOPACTaHUe
ceMsiH, popMmupoBaHue xnopomiactoB [112]. B xope
OHTOT€HEe3a PacTEeHUs IUTOKWHIH YacTO ONIIOHUPYET U
STUJIEHY, aKTUBAPYIOLEMY TEHETHYECKYIO IIPOTrPAMMY
crapenus [113, 114], XoTs B OIpeeNeHHbIX YCIOBUSIX
MOKET U caM YBEJIMIMBATh NpORyKIyio atuneHa [100].
T'opa3po MeHbIlIe U3BECTHO O B3aUMOOTHOILIEHHSX 1IU-
TOKMHHUHOB C APYTUMHU (PUTOTOPMOHAMH, B YACTHOCTH,
¢ rub0epeIMHAMH, XOTSI IMEIOTCSl cOOOIIeHUsT 00 UX
IIPOTUBOIIOIOKHOM BIIHSIHAYA Ha HEKOTOPbIE ONOXUMU-
yeckue U pusnonorunyeckue mpoueccsl [81, 115-117].
ITosmryyeHHbIE HaM1 JAHHBIE 110 BIUSHUIO [UTOKMHIHOB
Ha TPaHCKPUIITOM y apaduporicuca [41] mo3Bonmim oT-
YacTH NPOSICHUTH MPOLECCHl B3aUMOJAEHCTBUS LUTO-
KUHWHOB C JPYTMMH (PUTOTOPMOHAMM Ha TEHHOM
ypoBHe. Tak, DIWTOKMHWH TNOBBIIAT YPOBEHb
TPaHCKPUIITOB S3TUJIEHOBBIX penentopos ETR2 u
ERS2, a TakxKe KIIO4EBOro TPaHCKPHUINIHOHHOTO
¢pakTopa stmieH-3aBucuMbIX reHoB EIN3. OTto yka-
3bIBAET Ha BO3MOXKHOCTb YCUJIEHUS] YyBCTBUTENBHOCTU
KJIETOK K 9THJIEHY NOJ] BJIMSIHUEM INTOKNHAHA. B OTHO-
eHny THO6GEPEITMHOB UTOKUHUHBI, HA0OOPOT, CITy-
SKWJIN HETaTUBHBIMH peryisTopaMu. LINTOKMHIHBI TO-
[aBIISITIM 9KCIPECCAIO T€HOB OMOCHHTE3a aKTHBHBIX
ru66epemnHOB: GA20 okcriasbl 1 3B-rupoKCcuiIa3bl
(GA4). Bno06aBOK IMTOKWHWHBI yCHJIMBAIM 3KCIPEC-
crro reHoB GAI 1 RGA, pofyKThl KOTOPBIX MOAABIIS-
FOT THOOEPEITTMHOBBIN curHAIMHT [41].

LIuTOKMHWHBI HEPEeOKO HUMHUTUPYIOT 3(PPEeKThI
cBeTa [17-19], XoTs1 onucaHbl ciy4au aHTarOHUCTH-
YeCKOr'o BIIMSIHUSI HUTOKMHUHOB U (puToxpoma B, B
YaCcTHOCTH, NpHU KIyOHEeoOpa3oBaHWU y KapTodes
[118, 119].

HccnegoBanue JMraHj-CBSI3bIBAIOIUX CBOWCTB
IUATOKMHUHOBBIX pelenTopos [68, 69] nmokaszano HO-
BbI€ BO3MOXKHOCTH B3aUMOJI€ICTBUS CUTHAJIBHBIX CH-
CTEM Ha YpOBHE pelleNi TOPMOHAIBHOI'O CUTHAJIA.
Hampumep, BbI3bIBaeMO€ ayKCHMHOM 3aKWCICHUE

arnoriacTa MoXeT U3MEHUTh BOCIIPUUMYUBOCTD K IH-
TokuHuHaM oTtaenbHbix AHK-peuentopos, pacnoso-
>KEHHBIX Ha IUIa3MajieMMe, U TeM CaMbIM HOBJIMATH Ha
3(p(PEeKTUBHOCTb CUTHAJIMHTA IUTOKUHUHOB.

3AKIIIOYEHUE

LIuTOKMHMHBI, KJacCHYecKhe (PUTOTOPMOHBI,
MPEeACTaBISIIOT cOOOI BasKHENIIUI KJIacC TOPMOHOB-
CTUMYJISITOPOB, CIIOCOOCTBYIOIINX AKTUBHOMY METa-
6onu3My 1 pocTy pacTeHuil. Oco6eHHOCTBIO IIUTOKH-
HUHOB SIBJISIETCSI MHOXKECTBEHHOCTD MX M30(OpM, H,
COOTBETCTBEHHO, CIIOXHOCTb UX OMOCHHTE3a U Jallb-
Henmero Merabonusma. O BaXXHOCTH IIUTOKMHUHO-
BOWl CHCTEMBI PETYJISIANA CBUETEIbCTBYET NMPAKTH-
YECKOE OTCYTCTBHE NPUPOAHBIX MYTAaHTOB IO 3JIe-
MEHTaM 3TOH CHCTEMBI, a TakxXe OOJbIIOoe YHCIO
reHoB (0oJiee COTHU), YYACTBYIOIIUX B (DYHKIIMOHHU-
POBaHMN CHUCTEMBI NEpeadYl MUTOKUHUHOBOTO CHUT-
Haja y pacteHuil. OTpOMHBIM JOCTI>KEHUEM MOCTEN-
HUX JIET CTaJla UACHTH(UKALNS T€HOB U OEJIKOB IIH-
TOKHHUHOBOI CHCTEMBI DPETYISINUM, B TOM YHCIE
FE€HOB NMEPBUYHOrO OTBETa M pelenTopoB. VIMeHHO
paboOThl Ha TEHHOM YpPOBHE M IOJYYEHUE COOTBET-
CTBYIOIINX MYTAHTOB ITO3BOJIMIIA YBEPEHHO OIpefe-
JUTH OMOIOTUYECKYIO (DYHKIMIO U3y4aeMbIX OEJIKOB
B 3TOU PETYJISTOPHOU CUCTEME.

Kak yxe yka3pIBamoch BBILIE€, UTOKWHHUHOBAS
cucreMa perynupyet (pu3roI0THYecKre IpoLecchl B
pacTeéHun COBMECTHO C IPYTMMU T'OPMOHAJIbHBIMU 1
HETOPMOHAIBHBIMU  PETYISTOPHBIMU  CHCTEMAMH.
IIpuniyune! ee nOCTpoeHus: ¥ (PYHKUUOHUPOBAHMS,
MOo-BUIUMOMY, UMEIOT MHOI'O O6IH€FO C IpuHIUIIaM1
NOCTPOEHUS APYTUX CUCTEM TOPMOHAIBHON Peryis-
WU y PACTEHUM.

Bo-nepBbIx, 370 N0NMPYHKINOHAIBHOCTD IUTOKH-
HHHOB, T.€. OOJIBIIOE YUCIO (PU3MONOrUYECKUX Ipo-
LIECCOB, HA KOTOPbIE 3TH TOPMOHBI OKa3bIBAIOT CBOE
BIIUSIHUE, W pa3HooOpasme 3(hpeKTOB, KOTOPhIE OHH
CIOCOOHBI BbI3BaTh (IIEHOTPOMHOCTH AeHcTBUs). B
MIPUHIMIIE, MHOrooOpashe MAEWCTBHS LUTOKMHUHOB
MOTJIO OBbI OBITH CIEJCTBHEM MHOXKECTBEHHOCTH HX
130hOpM, €CIM KaKAAbII CTPYKTYPHBI BapUaHT LUTO-
KIUHIHOB OTBeYaJs OblI 3a ONpEEIEHHBIN THIT METaO0IH-
4yecKux nporeccoB. OfHAKO MOKA HET CEPbE3HBIX OCHO-
BaHW CUUTATh LUTOKUHUHOBBIE N30(hOPMBI (PYHKIHO-
HaJIbHO Pa3HOKAYECTBEHHBIMM; HAOOOPOT, OIPOMHBIN
SKCHEPUMEHTANBHBI MaTepuall CBHETENBCTBYET O
TOM, 4TO BCE IIMTOKUHUHBI (PYHKIMOHAIBHO AKTHBHBI,
XOTS ¥ B pa3HOY CTEIIEHN, B peaIN3alli OHHUX U TEX K€
¢pmmnonornyeckux mporpamm. [loatomy MHOrOOGpa-
31€ KJIETOYHBIX OTBETOB Ha IMTOKWHMH JIOJIKHO 3aBH-
CEeThb OT cHEeNU(UKN KIETOYHBIX CHCTEM BOCIPUSATHS
CHTHAJIa ¥ OT MOTEHINN KJIETKN PearupoBaTh Ha IIH-
TOKWHUH U3MEHEHHEM IKCIPECCUN T€HOB MEPBUYHO-
ro u BTopuyHoro orsetoB. Ha npumepe apabupgoncu-
ca MOKa3aHo, YTO pacTeHUE 00JafaeT HECKOIbKAMUI
pelienTopami [l OAHOTO THMa (PUTOTOPMOHOB, CO-
OTHOIIIEHNE KOTOPBIX 3aBUCHUT OT THIIa OpraHa M TKa-
®UBUOIOTUS PACTEHUN N2
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Hu. TkaHeBasi/KiIeTouHas pa3HOKa4eCTBEHHOCTh all-
napara peuenuuu (PUTOrOPMOHOB M KaCKaJHOCTb
TPaHCKPUITOMHOI'O OTBETa KJIETKU SIBJISIIOTCS BaX-
HbIMK (pakTOpaMHu NONM(PYHKIMOHAIBHOCTH [eii-
CTBHUSI TOPMOHOB in planta, 9TO MO3BOJISET OOBSIC-
HUTb U3BECTHBIN (PakT, YTO pacTEHUSIM JOCTATOYHO
3HAYMTEJIBbHO MEHBIIEro pa3HooOpas3usi TOPMOHOB
[0 CPABHEHUIO C XKUBOTHBIMU [51, 120].

Bo-BTOpBIX, yIsI IMTOKWHIHOBON CUCTEMBI XapaK-
TepHa BbICOKAsI HaJIeSKHOCTh, KOTOPAst MPOSIBIISIETCS HA
Pa3HbIX YPOBHSIX OpraHM3alliM PacTUTEIHLHOIO Opra-
HU3Ma ¥ HOBBIE 3JIEMEHTBI KOTOPOI TOCTOSTHHO BBISIB-
JISTEOTCS TI0 MePe PACHIPEHNS METOIMIECKITX BO3MOXK-
HocTel uccnenmonareiieil. HageskHocTh Ha KI€TOYHOM
YPOBHE CBSI3aHa C OTPAaHUYCHUSIMH, KaK MO BEpXHEMY,
TaK ¥ 10 HIKHEMY YPOBHSIM 9KCIPECCUN TeHOB NIepPBIY-
HOT'O OTBETA, BBIXOJ] 32 KOTOPbIE MOKET ObITH JIeTalb-
HbIM g pacTeHus. UpesmepHasl akTHBAIysl T'€HOB
MIEPBIYHOTO OTBETa OJIOKUPYETCS ITICEBOPETYISATO-
pamu Tpanckpunnuu ARR Ttuna A, a orcyTcTBHEe Lu-
TOKWHUHOBOT'O CUTHAJIMHTa MOKET, 1O BCEW BUTUMO-
CTH, YaCTHIHO KOMIIEHCHPOBATHCS (DOHOBBIM CHTHA-
JIMHTOM JPYI'MX CEHCOPHBIX TMCTUAMHKUHA3, TaKUX
kak CKI1 [54], unu peuentopa stunena ETR1 [121].
JIokanbHBIA N30BITOK IUTOKHHUHOB KOMIICHCHPYET-
csl TaK>Ke WMHAYKIMEeH aKTUBHOCTH (PEPMEHTOB HX
WHAKTUBAIUU WU KaTaboau3Ma, TaKuX KaK [UTOKH-
HUHOKCHIa3a/aerufiporeHasa u apyrux. Hapymenus
UUTOKMHIHOBOTO TOMEOCTa3a BhI3BIBAIOT (PU3UOIIO-
TUYECKUe PeaKkIuu pacTeHus, BeylIe K BOCCTAHOB-
JIEHWIO HAapyIIIeHHOTO paBHOBecus. Hampumep, akTO-
nuyeckasl 3KCIpeccusl NUTOKMHUHOKCHUAA3bI/Merus-
pOreHas3bl, CHUXKAIOIIAsl KOHIICHTPAIUIO 9HIOT€HHBIX
IUTOKAHWHOB, BHI3BIBAET pa3pacTaHre KOPHEBOU CH-
cremsbl [22, 23]. YBenuueHne o0beMa MepucTeMaTude-
CKUX 30H KOPHSI, B CBOIO OUEPEfib, MOXKET BECTH K J00a-
BOYHOMY OMOCHHTE3y IUTOKWHWHOB, TPAHCIIOPTHPYE-
MBIX f1ajiee 1o BceMy pacreHmto. C pyroil cTOpoHbI,
MpU HEJIOCTaTKEe LIUTOKWMHUHOB COKpAIaeTcss 00beM
BEPXYIIIEYHON MEPHUCTEMBI, YTO MOXKET CHIKATh OWO-
CHHTE3 ayKCHHA M CIOCOOCTBOBATH O0jiee ObICTPOMY
BOCCTAHOBJICHUIO AYKCUH—IIUTOKMHIUHOBOrO OajaHca.
IIpyruM npuMepoOM MOTYT CIY>KUTh PAcTeHHUS C “‘BbI-
KJIIOYEHHBIMU TE€HaMH PEeleNnTOpPOB IUTOKMHUHOB, Y
KOTOPBIX IO Mepe yHaJeHHus pPelenTOPOB BO3PACTAET
SHJIOTeHHAs] KOHIIEHTpAIsl IUTOKWHUHOB [62], 4TO
MOJKHO, OYEBHUIHO, B KAKOH-TO CTENEHN KOMIIEHCHPO-
BaTh ocnabiieHue annapara ux peuentuu. Bugumo, no-
9TOMY HOKAayT-MyTaHTHI apaGHAOICHCa IO JIBYyM U3
TpeX pelenTOPOB IUTOKUHUHOB MMEIOT JIUIIIH HEOOb-
e (peHOTUNUYEeCKue M3MEHEHUS MO CPABHEHUIO C
pacreHusiMu guKOro Trmna [60—62].

B-TpeTbux, [ns UUTOKWHUHOB, KaK W JJISI IPYIUX
(pUTOrOpMOHOB, XapaKTepHO COUYETaHWE MajbHEN-
CTaHIMOHHOT'O U JIOKAIBHOTO JIefcTBUsI. Apabuioncuc
SIBJISIETCS] MPUMEPOM TUIIMYHOT'O PACTEHMS, Y KOTOPOTO
CHHTE3 OCHOBHOW MacChl HTUTOKMHUHOB ITPOUCXOUT B
KOHYMKE KOpHs. [lanee IUTOKMHUHBI TPaHCIIOPTUPY-
FOTCSl U3 KOPHS aKpONETAIBbHO MO KCHIIEME MO BCEMY
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pacrenuto. TeM caMbIM OCyILIeCTBIISIeTCS Tepefiaya vH-
(popmanum 0 cocTOSIHUM pacTyIIUX 4acTeidl KOPHEBOMH
CHUCTEMBI B HaJI3eMHYIO yacThb pacTeHus. I1pu aToMm co-
3]1a€TCSl ONMPENIENIEHHBIN TPAIACHT KOHIEHTPaUUi Lu-
TOKWHUHOB BJOJIb BEPTUKAIBHON OCH pAaCTE€HHs, KOTO-
pbIil (COBMECTHO C TPafiMEHTOM AYKCHUHOB) CIIY>KHAT
“CHTHaJIbHBIM TOJIeM” [ “‘pa3MeTKu’’ TKaHe! U Kile-
TOK. OHAaKO KCHJIEMHBIN TPAHCIIOPT CUIIBHO 3aBUCUT
OT BHEIIIHUX YCJIOBUI (TEMIIEpaTypa, BIAXKHOCTb, Be-
Tep) ¥ NO3TOMY HecTaOmiieH. Bugnmo, 1715t Toro, yToObl
[ocTUYb OoJiee CTaOUIIBHON KOHIIEHTPALUY IUTOKVHH-
HOB B T€X 30HAX, IJ]e OHM OCOOEHHO HY>KHbI, @ IMEHHO
B 30HaX JIEJISIIMXCS KIIETOK, pacTeHUs chopMUpOBaIH
JIOKaNbHbIE 00JIACTH OMOCHHTE3a IIMTOKUHUHOB B MO-
6ere. JT0, B IEPBYIO OYEPENb, allNKAJIbHAS MEpUCTEMA,
B TOM ymcne aopanbHas ¢uoaMa jucra, OOKOBbIE
MOYKH, 30HbI ONAfICHUs IUIOAOB U HEKOTOPBIE Ipyrue
[16]. DTo 03HaYaeT, YTO UUTOKUHHUHGI, SIBJISISICH MCTHUH-
HBIMM TOPMOHAaMH PacTeHMI, COUYETAIOT CBOIICTBEHHOE
TOPMOHAM 3HAOKPHHHOE (T.€. JAJIbHEANCTAHIMOHHOE)
[EHCTBUE C MAPAKPUHHBIM (T.€. C JOKAJIBbHBIM B MECTE
ux GuocuHTe3a). Hannune moKanbHbIX MECT OMOCHHTE-
32 IUTOKWHUHOB IOMOJHUTENLHO IOBBILACT HAJEXK-
HOCTb (PYHKIIMOHMPOBAHUS CUCTEMbl IUTOKMHUHOBOM
PETYIISALNHN B LETOM.

Hecmotpst Ha KapauHaIbHbBIE JOCTIZKEHHS OCIIE-
HETO IECATUIIETHS B UCCIIeJOBAHUU MOJIEKYJISIPHBIX OC-
HOB TNlepefilayl UUTOKHHUHOBOI'O CUTHAJIA, KaK BHYTPU-
KJIETOYHOTO, TaK M B LEJIOM PAcTEHMH, €Ie OCTAETCs
MHOr'O BOIpocoB. TeM He MeHee, BbISIBJICHHbIE HOBbIE
3aKOHOMEPHOCTHU U, CaMOe IJIaBHOE, T€HbI, Y4acTBYIO-
L€ B BOCIIPUSITUN [UTOKVHIHOBOT'O CUTHAJIA U OTBETE
Ha HEro, OTKPhIBAIOT IIMPOKKE EPCIIEKTUBEI JalIbHE-
LINX YTIYOJIEHHBIX UCCAEIOBAaHUI U IPUMEHEHUSI TTOMTY-
YEHHBIX 3HAHWUH B IPAKTUIECKOM PACTCHUEBOJICTBE.

Asmop baazo0aper Tomacy lmwoaaunzy (Ceob600-
Hbull YHUsepcumem 2. bepauna) 3a noaesnoe o6cyxrcoe-
Hue memamuku o63opa.

Pabora noppiep:kana Poccmiickim corgoM yHa-
MEHTAILHBIX uccnenoBanuii (rpanTbl NeNe 04-04-49120,
07-04-0033, 07-04-91211-51® u 08-04-90429-Ykp) m
HIII-3444.2008.4.
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