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BUO®U3NYECKNE MEXAHU3MbBI BHYTPUKJIETOYHON CUTHAJIN3ALINUT
(TPAHCAYKIIH) B BBICIIUX PACTEHHSIX

AHHoTanus. B nanHom 0630pe paccMaTpuBaroTcs TpH (yHAAMEHTAIbHBIX MIPOLECCa, MPOTEKAIOIUX B PACTUTEIBHBIX
OpraHu3Max I10J] BIHsSHAEM (aKTOpOB BHENIHEH cpebl (CBET M CHJIA TSHXKECTH) U MMEIOIIUX KIII0YEeBOE 3HAYCHHUE JUIS (yHK-
[UOHMPOBAHUs pacTeHWi. B cirydae cBeTa 3T0 GUTOXpOMHAs peryisus U (GOTOTPONMU3MEL, TPETHH paccMaTpUBaeMBbIH
porecc — rpaBUTponm3M. OUTOXpOM — (HOTOPETYIATOPHAS PEaKIIHs, TIPH ITOJaBICHHH KOTOPOH pacTeHHEe HEe MOXET HOp-
MaJbHO Pa3BUBATHCS. DOTOTPOMHU3MBI M IPABUTPONN3M PACTCHUSM KpaifHe HY)KHBI, H OHU BBIPAOOTAHBI B XOZE HBONIOIUM.
YKa3aHHbBIE NPOLECCH PEATNU3YIOTCS MO OAHON M TOM e JOIrMYeCKON CXeMe: Pelenius CTUMYJAa — CUTHAJIbHbIE TPOLECCHI
B KJIETKE (TPaHCIyKIUs) — COOCTBEHHO Ounosoruueckuii adhdext. B cooTBeTcTBUH € 3TOIl CXeMOW OCYIIECTBIISLIOCH U pac-
CMOTpEHHE yKa3aHHBIX IIPOLECCOB. B pe3ynbrare mpUBEIeHBI JaHHBIE O TOM, YTO PELENTOPHbIE CTAAHM PeaKIHMH MpUH-
[UIHAIBHO Pa3IHYaloTCsS U3-3a MPHPOABI penenTopoB. CUrHATBHBIE MPOLECCHl MPOTEKAIOT C yYacTHEM OOJIBIIOro 4HCIIa
HU3KO- U BBICOKOMOJICKYJISIPHBIX MEIHAaTOPOB OMO(H3MUECKUX, OMOXUMUYECKIX M T€HeTHYeCKHX peakunid. OOpamaercs
BHHUMAHHE HA TO, UTO OJHH T€ K€ MEIUATOPHI MPEACTABICHBI B CHTHAIN3ALINH, a TAKXKE B IPUIUITHANBHO PA3THYAIOLIIHXCS
1o KoHeuHoMY 3 dekTy mporeccax, 4To, Kak MPEANnoaaracTcs, CBUACTEILCTBYET O HATMYUU B KJIETKE HE OTACIBHBIX JJIs
Ka)KI0T0 CTUMYJIa CUTHAJIBHBIX IIENIOYEK, a PeryJIITOPHOU ceTH, CHOPMUPOBAHHON HA 6a3e BEPTHKAIBHBIX H FOPU30HTAIIb-
HBIX IeTIeil TPaHCTyKITUH.

KuroueBbie c10Ba: GUTOXpOMHAS PEryJISAIUs, (OTOTPONU3MBI, TPAaBUTPOIIN3M, BBICIINE PACTEHUS, CUTHAIBHBIC IIPO-
HECCHI, TPAHCAY KNS
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BIOPHYSICAL MECHANISMS OF INTRACELLULAR SIGNALING
(TRANSDUCTION) IN HIGHER PLANTS

Abstract. Three fundamental processes running in plant organisms under influence of environment (light, gravity) and
key importance were considered. In the light case these are phytochrome regulation and phototropism considering process is
gravitropism. Phytochrome is responsible for regulatory reaction at the inhibition of which the plants cannot be normally de-
veloped. The plants do not need phototropism and gravitropism. They were elaborated by evolution as protective reactions to
optimize the plant vitality. All these processes are realized according to one and the same logical scheme: stimulus reception,
signaling processes in plant cell (transduction) and proper biological effect. According to this scheme the three reactions were
considered. As the result the data adout the reception stages are principally different because receptor nature. Signaling pro-
cesses proceed with participation of many low molecular and high molecular mediators to participate and biophysical, bio-
chemical and genetic reactions. One fact attracts attention that the same mediators are involved to signaling ending by princi-
pally different final biological effect.This allows to suggest the existance in plant cell no separate chains for each stimulus but
regulatory network formed by lateral and horizontal transduction chains.
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Beenenne. Ilon BHYTPUKIETOUHON CHTHANIM3ALMEN MOHUMAIOT KOMIUIEKC IPOLECCOB, KOTOPBIE
MPOTEKAIOT B KJIETKE B EPUO MKy NIEPBUYHBIM ACHCTBHEM BHEUIHErO (paKTopa Ha KIJIETKY U KOHEeu-
HBIM cOOCTBEHHO OnonornueckuM dhdexkToM. B mporecce pa3Butusi pacTeHUN OHU HAXOSATCS TOJ T10-
CTOSIHHBIM BO3JICWICTBHEM OHOJIOTHYECKH 3HAYNMBIX IKCTPEMATbHBIX a0MOTHYECKNX (PaKTOPOB BHEIITHEH
Cpe/bl, KOTOpbIe, KaK MPaBUJI0, OKa3bIBAIOT CYIIECTBEHHOE BIUSHIE Ha BHYTPUKIIETOYHBIE ITPOLIECCHI,
KOTOPBIC JIeXKAT B OCHOBE WX KU3HEAeSITeNbHOCTH. JleficTBre pakTOPOB BHEUIHEH cpellbl MOKET HOCHTh
KaK TIO3UTHBHBIN, TaK U HETATUBHBIN XapakTep. B mepByro odepenb 3To KacaeTcs BIUSHUS CBETa, Ipsi-
MO He CBSI3aHHOTO ¢ (poTocuHTE30M. B 3TOM ciiydae pedb UAET O MHOTOOOPa3HOM PEryJIssTOPHOM BO3-
NEHCTBUM CBETa, Peain3yeMOM B PACTEHHH C TOMOIIBIO CHEIHATHN3UPOBAHHBIX (OTOPEUENTOPHBIX
0enkoB pUTOXpPOMA U KPUIITOXPOMA, ONTUMHU3UPYIOMINX TPAKTHUYECKH BCE BHYTPHUKIETOYHBIE MOP(O-
TFeHEeTUYECKHE MPOLECChl, Yero He HaOMI0AaeTcsl IpU CKOTOMOp(QoreHe3e y pacTeHHN, HAXOASIIMXCS
B TeMHOTe. Bo BTOpOoM citydae (hyHKIIMOHMPOBaHWE KIETKW HUKAK HE CBA3aHO C JEHCTBHEM CBeTa,
1 pAacTeHHE MOXET JIeTKO 00XOIWUThCS 0e3 Hero. Bwicumime pacTeHus, K coxajJeHUI0, (GUKCUPOBAHBI
B IIPOCTPAHCTBE U HE MOTYT MEHSTH CBOIO JIOKAJTH3AIUIO, YTOOBI «130exkarh Oeab». Tem He MeHee mpu-
pozda mpenycMoTpena MeXaHU3MBbl, OJ1arogaps KOTOPBIM PacTEHUsIM yIaeTcs 0CJadUTh BpEIHOE BHEIL-
Hee BJIHMSHUE W TeM FJIM UHBIM CIIOCOOOM ONTHMHU3HUPOBATh CBOE CYIIIECTBOBaHUE. Peakius pacTeHuii
Ha JelicTBHE ATUX (PaKTOPOB MONTyUnIIa Ha3BaHHe «Onodu3ndeckuit Tponusm». [lo cytu nema, Tpornms-
MBI — 3TO POCTOBBIE JIBM)KEHUSI OPraHOB pacTeHHH (cTeOsi, KOPHS, JIUCThEB), UX OpPUEHTAIUs B MPO-
CTpPaHCTBE, 00yCIIOBICHHBIC HAPABJICHHBIM JIeHiCTBHEM Kakoro-nnoo ¢akropa. B 3aBucumoctu oT ero
MIPUPOJIBI pa3auyaroT GPOTO-, MEXaHO-, XeMO-, PaBU-, TEPMO-, TUTMO- M JIEKTPOTPONU3MEI U Ap. B ciy-
Yae TPOITM3MOB ATO WM HEPAaBHOMEPHBIN POCT €ro OPraHoOB B CTOPOHY JIeHCTBYIoImIero ¢hakTopa (rmoo-
JKUTEIBHBIA TPOIIU3M) WM OT HETO (OTPUIATENbHBIN TPOITH3M).

Hapsiny ¢ Tponusmamu erie OAMH BUJL JBUKEHUS MPEACTaBA0T HacTUU. HacTum — 3o nBMkeHus
OpraHOB PAacTEHUS, BbI3bIBAEMbIC BHEUTHUM (DaKTOPOM, HE UMEIOLIUM CTPOT'OM HAIMIPaBICHHOCTH U JICH-
CTBYIOIIMM paBHOMEPHO Ha Bce pacTeHne. PakTopamu, BHI3BIBAIONIMMH HACTHUECKHE JBHKCHUS, SB-
JISIOTCS U3MEHEHHS TEMIIEPATyPhl, OCBEIEHHOCTH, BIAXXHOCTH BO3/yXa B T€UCHHE CYTOK. Paznnuaior
TepMo-, POTO-, XeMO-, THAPO-, TUTMO-, CEHCMO-, AIEKTPO- ¥ TPaBMOHACTHHU. K HACTHUECKUM JIBUIKECHU-
SIM CLIOCOOHBI JINIIBb JBYCTOPOHHE-CUMMETPUYHBIC OpPraHbl (JINCTHS, JETIECTKN).

B nepedenp GakTopoB, OKa3hIBAIOIIMX HETaTUBHOE BIUSHHE, KPOME CBETa BXOISAT U APYTHE THIIBI
BHENTHUX aOMOTHYECKNX BO3/ICHCTBUN. Peakius pacTeHUsI Ha HUX, KaK y)Ke yIOMHUHAJIOCh, ITOyYHIa
Ha3BaHUE TPONMU3M. B yNIpoOIeHHOM BapuaHTE U PEryIsiTOPHBIC (PUTOXPOMHBIC PEKIIMH, H TPOITU3MBI
BKJIIOYAIOT B ce0sl PEICIIINI0 PACTUTEIBHON KJICTKON NeHCTBYOMIEro (pakTopa, NEPBUUYHYIO PEAKIIUIO
Ha YpPOBHE PELeNnTopa, BHYTPHKJICTOUHYIO CUTHAJIU3ALUIO (MJIM TPAHCAYKIHUIO) C TIOMOILBIO Pa3Iny-
HBIX BHYTPHUKJIETOYHBIX MEIUATOPOB, aKTHBAIIUI0 OMOPU3NIECKUX, OMOXUMHIECKUX M FeHETHYECKIX
CHUCTEM KJIETKH ¥ COOCTBEHHO OMONIOTHICCKUN 3PPEKT — MOTUPHUKAITNIO IMTPOIECCOB KU3HEACATEIHHO-
cTu. PenienTopbl pacTeHUi, ylaBIMBalONINE BHEIIHUE CUTHAJIBI, OTINYAIOTCS HE TOJBKO MO KOJUYe-
CTBY, HO M 10 CBOEW NMpUpPOAE U JoKaau3anuu. Kak nmpaBuiao, oHM HaxXoaATcs BHYTPU PACTUTEIBHON
KJIETKH B CBOOOTHOM FUIM B CBS3aHHOM C BHYTPHUKJIETOYHBIMH MeMOpaHAMH COCTOSHUU. YUUTHIBAS
HaJmgue OOJIBIIIOTO MAacCHBa JaHHBIX IO ITOW MpoOJIeMe, KOTOPBIE BPSI I MOKHO OOOOIIUTE B OT-
JIEJIBHOM CcTaThe, pacCMOTPUM TpH HauOoJyiee Ba)KHBIX IMPOIECCa, BBI3BIBAEMBIX JEWCTBHEM BHEIIHHUX
(akTOpoB: GUTOXPOMHYIO PETYIALHIO, POTOTPOIU3MBI U TPABUTPOIHU3M.

®utoxpoMHasi peryasius. DUTOXPOMBI — 3TO CBETOCEHCOPHBIE BHYTPUKIICTOYHBIE XPOMOITPOTEH-
ITBI, C TIOMOIIBIO0 KOTOPBIX B BBICIITUX PACTEHUAX OCYIIECTBISIOTCA TaKhe BaKHBIE TIPOIECCHI, KaK MPo-
pactanue ceMsid, hoToMophoreHes NpoOpPOCTKOB pacTeHui, 3hHekT n3deraHuss TCHH, COCTOSIHUE MTOKOS,
LMpKaJIHble PUTMBI, 3a1BeTanne u crapenue (puc. 1) [1]. B coctaB kaHOHMYECKOH MaKpOMOJIEKYJIbI
¢uToxpoma BXoasAT N-TepMUHAJIBHBIH (OTOCEHCOPHBINH U C-TepMUHANBHBIN PEryIsTOPHBIA MOAYIH
(ygactku). @OTOCEHCOPHBIN MOAYJH BKIIOYAET B ce0sl TPU KOHCEPBATUBHBIX PETYISTOPHBIX JOMEHA:
aMHHOKHUCIOTHOE uepenoBanue Per/Arnt/Sim, il M® ¢ocdoauscrepasy u cOOCTBEHHO MPOCTETHUC-
ckyto rpynmny guroxpoma (PHY') — pa3oMKHYTBII OHIIMTPHEHOBBIH TETPAIUPPOIL.

JlaHHBIE CTPYKTYPBI UTPAIOT CYLIECTBEHHYIO POJIb B YJIaBIMBAHUN KBAHTOB CBETA U IIPETEPIIEBAIOT
WHBEPCUI0O MEXIy ABYMS (HOTOOOpATUMBIMU KOH(POPMAIIMOHHBIMH COCTOSHUSMH C XapaKTePHBIMU
MaKCHMYMaMH TToriomeHus ceeta 650—670 aM 1 manbHEKpacHo# hopmoit 705—740 HM, 0003HAYaEMBIMHU
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Fig. 1. Types of phytochrome dependent effects in higher plants [1]

cumBonamu Pr u Pfr. Kaxknas ¢popma mpezacrasisier co0oii AUMEp ¢ MOJIEKYJISIPHOH Maccol TopsiaKa
240 xJa, GpoTOUyBCTBUTEABHOCTh O0ECIIEUMBACTCS PA3OMKHYTBIM TETPAUPPOIBHBIM XPOMO(OPOM,
KOBAJICHTHO CBSI3aHHBIM C N-TepMUHAIBHBIM MOJYJIEM KaX0ro MoHOMepa. C-TepMUHATBHBI MOTYITh
comepxuT PAS—PAS moBTOp, KOTOPEIH ClleqyeT 3a THCTHANHKUHA3HEIM ToMeHOM. CeMelCTBO pacTu-
TETBHBIX (PUTOXPOMOB KOJUPYETCS B SIIPE M MPEJCTABICHO B BEICIINX PACTEHUSX IIECTHIO (POTOpEIeTI-

TOpHBIMU Makpomoiekyinamu — PHYA, PHYB/C, D,
E v PHYE. ®UTOXpOMBI CHHTE3UPYIOTCSA B HEAKTUB-
HOM Pr-cocrostHuu. Pfr-gopma nHakTUBHpYETCS TIpH
00Jy4eHN! aJbHEKPACHBIM CBETOM M B XOZE TE€M-
HOBOH TepMaJibHOM penakcauuu. GUTOXPOMBI B KJIET-
K€ HaxoJATCsl B COCTOSHUU AUMEPHU3ALMNHU U Cylle-
CTBYIOT B BHUJAE TpPeX CTPYKTYypHbIX ¢opm: Pr—Pr,
Pfr—Pr u Pfr—Pfr (puc. 2, a). bnarogaps ¢orokon-
BEPCUH U TepMaJIbHON pelaKcalii pa3inyaioT cBe-
ToayBcTBUTENbHBIN (PhyA) 1 cBeTocTabunbhblii (PhyB,
PhyE) ¢utoxpomsl, cpenu KOTOpbIx phyA oTBeTCTBe-
HEH 3a OMOJIOTMYeCKYI0 aKTHBHOCTh. B TemMHOTE (hu-
ToXopoM Haxonutcs B Pr-¢opme. [lpu aToM Bpems
TEMHOBBIX YCJIOBUH JOJKHO OBITH JJIUTEIHHBIM
(puc. 2, b). YuutbiBas, 4T0 (PUTOXPOMHBIA OTBET
pacTeHHs 3aBUCUT OT mponopruu Pfr-kondopmepa
B uroxpoMHOM (OHIE, TPOIIECC CUTHATU3AIUY 3a-
BHUCUT OT MHTEHCUBHOCTH CBETA, €r0 JUTMHBI BOJIHBI
u Temnepatypsl. B ocHoBe nmpesparenus Pr B Pfr se-
KUT (POTOXMMHUYECKasi peakuus (OTOM30MEpH3aLNUN
OMIUTPUEHOBOTO XpoModopa, KOTopas IMPOXOIUT
yepe3 psaJ MPOMEKYTOYHBIX CTaIUi U 3aBepIIaeTCs
KOH()OPMAIIMOHHBIM TIEPEX0I0M OEJTKOBOTO HOCHTE-
7 1 U3MEHEHHMEM CIEKTPAJbHBIX M (YHKIHOHAIb-
HBIX TapaMeTpoB (oropenentopHoro Oenka. Pfr
SIBJISIETCSI CTAPTOBBIM COOBITHEM CHTHAJIBHOU TpaHC-
JOYKILWHU, B KOHEYHOM CUETE IPUBOASILEH K OMOIOTH-
yeckomy 3 dexry. [pexne yem nepeiitu K paccMo-
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Fig. 2. Schemes illustrating the state of phytochrome
in the cell: a — the fransitions between dimer states
of phytochrome, b — absorbtion spectra of red and far-red
of phytochrome forms [2]
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TPEHMIO MPOIECCOB CUTHAIM3AINH, CIeyeT MPUBECTH NepedeHb peakuii, KOTopble PUTOXPOM-3aBHU-
CHUMBbI OT MHTEHCUBHOCTU KpPAacHOro ceeTa. Paznuuaror Tpu rpymnmnsl peakiuii: VLFR-peakuuu oueHb
HU3KOM MHTEHCUBHOCTTH, LFR-peakiium Hu3koi naTreHcuBHOCTU U HIR — BhIcOKORHEpTETHUECKHE pe-
akiuu. Onucansl Takxke aBa Tuma HIR, o6o3nauennsie kak R-HIR u FR-HIR. Ha puc. 3 npuBenena
nHpopmanus 00 3TUX peaKUusix.

JansHHH KpacHBIH CBeT KpacHslii cBeT
+

Tun oTBeTa VLFR LFR R-HIR FR-HIR
Banx paToxpona phyA phyB phyB phyA

Tun akTraeHOrO

duTOXpOMA PfrA PfrB PfrB PrA

Puc. 3. Cxema nepexoja oHOH GOpPMBI HUTOXpOMA B APYTYIO MOJ BIHUSHUEM cBeTa [1]

Fig. 3. Scheme of the transition of one form of phytochrome to another under the action of light [1]

Cxema Ha puc. 3 CBUAETEILCTBYET O CIOKHOM XapaKTepe OTBETOB M, CJIEIOBATEIbHO, O HATUYUH
pa3HOOOpa3HBIX MyTEH CUTHAIM3AINH, CIEIU(PHUYSCKH OPraHU30BAHHBIX C TOUKH 3PEHUS IPUPOJIBI
1 yncia GOPMHUPYIOMKX UX KOMIIOHEHTOB. [IJ1sl MTOHUMaHUs1 0COOCHHOCTEH CTPOCHUSI CUTHATBHBIX Lie-
MOYEK UMEIOT 3HaUeHUE COOBITUS B IIUTOIIA3ME KIETKH, I/I¢ PUTOXPOMBI CHHTE3UPYIOTCS M B TEMHOTE
IIpeaCcTaBIIeHbl KpacHOH (opMOH, U B siApe, TaK KaK KPacHbBIH CBET BKIIIOYAET HKCIIPECCUIO OOJIBIIOrO
Yycia TaK Ha3bIBA€MbIX CBETOMHAYLMOEIbHBIX reHoB. KpoMe Toro, Ha mpouecchl CUrHaJIM3aluK OKa-
3BIBAIOT BIUSIHUE Camble Pa3Hble HU3KOMOJCKYJISPHBIC PEryJISITOPHBIC MOJICKYJIBI M OMOXMMHUYECKUE
peaKIyH, SIBJISIOLINECS Pe3yJIbTaToM 00pa3oBaHus OHOIOrHYeckr akTUBHOTO utoxpoma. Eme B 1990-¢
rOABl CYUTANIOCh, YTO CUTHAIN3ALU — 3TO HAO0Op MPOCTPAHCTBEHHO M30JIMPOBAHHBIX JIMHEHHBIX Lie-
neil. OnHAaKo B HOCJIEAHMUE TOABI OOIEIPUHATHIM CTAJI0 MOHWMAHUE TOTO, YTO CHUTHAIW3aLUs Mpel-
cTaBJsAeT cOo0O0M BBICOKOYMOPAIOUYECHHYI0O MHOTOMEPHYIO IIeTlh COOBITHH, OOBEIWHEHHBIX B €IUHYIO
ceTb. [Ipr 3TOM COOBITHSI UMEIOT MECTO U B LIUTOIJIA3ME, U B SIIpE KIETKH, U Ja)Ke B XJIOPOILIACTaX.
Baxxnyto posib mpH 3TOM HTparoT IPOTEOCOMBI, C MOMOIIBIO KOTOPHIX OCYIIECTBISICTCS Ierpafanus
XpOMOIIPOTENJa ¥ MHTEPMEANATOB €ro NpeBpamieHui. J[ByMs y37J0BBIMM MOMEHTaMH CHTHAJIbHOM
TPAHCIYKIIUU (PUTOXPOMA SBIISIIOTCS TPAHCIIOPT PUTOXpOMaA Tociie ero (hoToTpanchopMalvy U3 UTO-
I1a3MBbl B JIPO U €ro JICHCTBHE Ha YPOBHE T€HOMA KJIETKH, KOTOPhIE MEHSIOT MaJUTPY IKCIPECCHH
MHOTHX T'€HOB, CBSI3aHHBIX C (DEHOTUIUYECKUMHU MPOSIBICHUSIMHU MOCIIE PEBPALCHUSI KPAacHOH (opMBbI
XEMOIIPOTENHA B JAJBHIOI0 KPACHYIO.

B pactenunsx, Haxoasuxcsi B TEMHOTE, Bce MATh (GopM GUTOXpOMa JIOKAJIN30BaHbI B LIUTOIIIA3ME
kJeTku. OTHAKO TOCTIe OCBELIEHHS PACTEHHI KPAaCHBIM CBETOM 4epe3 HECKOJIbKO MUHYT OHM BCE OKa-
3BIBAIOTCS B siApe, riie GOPMHUPYIOTCS B OENKOBBIN KOMIUIEKC — (hoToTeno. Pasmepsr aToro komiekca
U pacmpeneneHue B ipe KOHTPOIUPYIOTCS HHTEHCHBHOCTBIO CBETA OOJIYUEHHUS U €ro MPONOJIKHUTEIb-
HOCThI0. He BiaBasick B MEXaHU3M TPAHCIIOKAIIMM MaKPOMOJIEKYJI (PUTOXPOMaA U3 LUTOILIA3MBI B PO,
KOTOPBIH, K COXKAJIECHHIO, elle He JI0 KOHIIA 3YUeH, CIeNyeT OTMETHTh, UTO JJIsI TPAHCIIOPTA KpUTHYe-
CKOE€ 3HaYCHUE MMEET PSJi CIOKHOOPTaHW30BAHHBIX OENKOBBIX (akTopoB. D10 Komiuiekc COP1/SPA1
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(constitutively 1 (COP1)/suppressor of PHYA), KOTOpbIii HHAKTUBUPYET HECKOIBKO CIIEMaTIN3UPOBAH-
HbIX akTopoB PISs (phytochrome interacting factors) u BEICTynaeT Kak HETaTHBHBIA PETYIISITOP CUTHA-
nm3aruu. B temaoTre COP1 HaxomuTcs B simpe, HO mocie ¢oToTpaHchopManui (GUTOXPOM BEIXOTUT
B IIUTOILIA3MY, TJIe M peaju3yeT cBoe OHonornueckoe neiicreue. [I03UTHBHBIMU PETYISITOPAMH SIBIISI-
torcs aBa cnennduyeckux Oenka — FHY1 (far-red elongation 1) u FHL (FHY1-like). Kaxxapiii u3 Hux
BKJItOYaeT ABe GpyHKuuoHaipHble rpynnbl — NLS (nuclear localization signal) u NES (nuclear export
signal). Bce B3ammomeiicTBust Mexay (haKTOpaMH TPOUCXOMSAT HAa YpoBHE N-TEPMHUHAIBHOTO TOMEHA
MakpoMosieKybl utoxpoma. [Ipeanonaraercs [3], 4To TpaHCHOPT GUTOXPOMA B CHUCTEME ITHTOILIA3-
Ma—sIIpO MPOMCXOUT COTIACHO CXEMe, TPUBEICHHON Ha puc. 4.

—
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Fig. 4. Simplified scheme describing the phytochrome transport from cytoplasm to nucleus and from nucleus to cytoplasm [3]

B peansnoctn FHY1/FHL BBINONHSIOT poib 4eTHOUHBIX OenkoB. Bmecte ¢ Pfr onn mponukaiot
B SIpO U TIOCJIE €0 pa3pyIlleHus BO3BPAIAIOTCS B MUTOIIa3My. Bee 3Ti MexaHU3MBbl ObLIH YCTAHOB-
JICHBI C TIOMOIIBI0 MHOTHUX MYTAHTOB, ACPHUIIMTHBIX MO PEryisTOpHBIM OenkaM. CoriacHO NaHHOW
MojeiH, cofepkanue yenHounoro komruiekca FHY 1/FHL nmMeeT kiroueBoe 3HaYCHUE JIJTs1 peaH3aliu
¢uToxpomMHO# curHanuzanuu. B cBoto ouepens skcnpeccust FHY1/FHL konTponupyeTcs AByMsl pery-
nstopusiMu O0enkamu — FHY3 (far-red elongated hypocotyl 3) u FARI (far-red impaired response /),
KOTOPBIE CBSI3BIBAIOTCS C MPOMOTOPHBIMH yYaCTKaMU T€HOB-MUIIICHEH W TONABISIOT X OJKCIPECCHIO.
Eme onHuM perynsaTopHBIM MEXaHH3MOM IPH BBICOKMX KOHIeHTpanusax Pfr sBnserca ¢pochopunmpo-
Banne FHY 1. [IpumeuaTesibHO, YTO TPOTEOCOMBI HHTHOUPYIOT MPEUMYIIECTBEHHO (HoCcOpHIInpOBaH-
HBIC OCJIKU.

Ilocne mocTaBku B si7po U (popMHUpOBaHUS TPOTOTENA MoJieKyia Pfr mpuHuMaeT yuactue B peryss-
UM KCIPEeCCHU (DOTOMHIYIHOCTHFHEIX TE€HOB C TIOMOIIBI0 HAa0Opa TPaHCKPHUIIIHOHHBIX (aKTOPOB.
I'maBubie u3 Hux cnenytomue: LAF1 (long after far-red light 1), HFR1 (long hypocotyl in far-red 1),
HYS5 (elongated hypocotyl 5) u PIF3 (phytochrome interacting factor 3). B menu curnanusaiuu 1aHHbIC
(akTOpHI JTOKATN30BAHBI TOCHE GUTOXpPOMA. YCTAaHOBJICHO, YTO (haKTOPBI MOT'YT BCTYHaTh B KOMILIEKC
¢ FHY1 w/unu FHL 1 uto PhyA MoxeT B3anMoaelcTBOBaTh C MPOMOTOPHBIMH Y4acTKaMH reHoOB. B To
K€ BpeMsl CYILIECTBYET U JipyTrasi Touka 3peHust [3]. ¥ myTtanToB apabuoricuca, aeguiuTHbix mo FHY1
FHL, xopomo BocnpousBoautcs 3pdekT akTUBAUU CBETOMHAYIHOEIBHBIX I€HOB. DTO CBHUICTEIb-
CTBYET O TOM, 4TO B KJIETKE, KaK YK€ YIOMUHAJIOCh BbIIIE, pab0TalOT HE OTACIbHBIC MPSMbIC LETIOUKH
TPAHCIYKIIUH, a CYIIECTBYET PETyISATOPHAS CETh CHTHAJIBHON TPaHCAYKIIMHU, B KOTOPOH psJl BEpTH-
KaJIBHBIX W TOPU30HTAIBHBIX IIETIOYEK B3aMMOACUCTBYET JIPYT ¢ Apyrom. OgHako, HECMOTpPS Ha Tep-
TypOanuu B KIETKe, CUTHAI OT (JOTOpEHenTopa A0JKEH JOCTUYb CBOCH (PUHATLHON MHILICHH, TaK KaKk
9TO Ype3BbIYAMHO Ba)KHO AJIS BEre€TallMM, pocTa M JPYTHX ITANOB JKU3HEIESTEIBHOCTH PACTEHUS.
CrnenyeT OTMETUTD TaKKe, YTO TPAHCTIOPT (PUTOXpPOMA M3 ITUTOILIA3MBI B SAPO ObLI CHaudaja 3aperu-
crpupoBan y PhyB, Ho Oosiee netanbHO 3TO siBiieHHe ObLTO M3ydeHo y PhyA. Kpome mimTenbHBIX 1O
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BpeMeHHU (OTOMHIYUOCIBHBIX OTBETOB C Jlar-ha3oi, KOTOpbIe peanu3yloTcs Ha ypOBHE I€HOMA, OIHU-
caHbl U OBICTpBIC OTBETHI, HAOIIOJAEMbIE Yepe3 HECKOJIbKO MUHYT nocie K-obmydeHus. OTo cBuje-
TEJIBCTBYET O TOM, YTO B OCHOBE 3THX OTBETOB JIEKAaT CUTHAJIBbHBIE NPOLIECCHl B IIUTOMIA3ME KJIETKH.
CylecTBeHHOE BIMSHME HA MPOIECC TPAHCIOPTA okas3biBaroT MoHbl Ca’t u MoHomykneotna ul M®
[4-6]. Umenno Ca’* u ul M® mapsny ¢ peryisnueii TpaHcrmopTa GUTOXpOMa B AAPO IPHHUMAIOT y4a-
CTHE B peanu3aluy OBICTPHIX (PUTOXPOMHBIX OTBETOB. UTO KacaeTcs mpomeccoB B aape, To Ca’’
u I’ M® KOHTpOIMPYIOT MO KpalHel Mepe CHHTE3 aHTOLIMAaHOB U Pa3BUTHE XJIOPOTLIIACTOB [7].

®oTorponu3msbl. Kak ymoMHUHaIOCh BBILIE, CBET — OJIMH U3 CaMbIX 3PPEKTUBHBIX (DaKTOPOB BHEIII-
Hell cpefibl, KOTOPbIE KOHTPOIUPYIOT POCT U PAa3BUTHE PACTEHHS Yepe3 CrielnaaIn3upoBaHubie GpoTope-
HENTOPHI, YJIaBINBAIOIINE OMOJOTHYECKH aKTUBHBIH CBET M 00ECTIeYnBAIOIINE HHAYKITHIO, MOTYJISIIUIO
U peaju3anuio (GOTOTPOIHOrO OTBETA BBICHICT0 pacTeHus [§]. 3a mociIeHUEe HECKOJIbKO JACCATHIICTHH
(OTOTPONM3MBI Y BBICIIUX PACTEHHH X0opomio n3y4yeHsl. Okazanock, 4To B ocHoBe 3 dekra peopreHTa-
LMK POCTa OPTaHOB PacTEHU (MOJOKHUTEIBHBIA (OTOTPONMU3M B HAMPABICHUU HUCTOYHNKA CBETA HIIH
OTPHULATEIbHBIN B HAIIPABJICHUH OT HCTOYHMKA CBETA) JISKUT JIATEPAJIbHOE [I€PEMEILEHIE TOPMOHA PO-
CTa ayKCHHA, KOTOPOE B 3aBUCUMOCTH OT 3HaKa ()OTOTPONH3MA IPUBOJUT K 00Pa30BaHUIO HA IPOTUBO-
TTOJIOKHOW MIJTH OCBEIIEHHOM CTOpOHE ¢TeOIs 00acTH KICTOUHOH doHTanuu [9]. Perenmrropsr, morio-
maronme OMOJIOTHYECKH aKTHUBHBIN CBET, MONYYWIN Ha3BaHHWE perentopoB roixyboro cera (I'C).
Wnertudurnuporano npa perenrtopa — PHOT1 u PHOT?2 [10]. Ha puc. 5 mpuBemeHo onmucaHWe 3TOTO
mpolecca B BbICIIEM PACTEHUH, MHAYLIMPOBAHHOTO TOIYObIM CBETOM (POTOTPONHU3MA.

PHOT1 koHTponupyeT peakuuu, 3anyckaeMmble HU3KOUHTEHCUBHBIM ['C. UIMEHHO OH OTBETCTBEHEH
3a (POTOTPONM3M, B TO BpeMsl KaK IIpU yMepeHHbIX HHTeHCHBHOCTAX ['C 06a doropenentopa padoTaroT
Ha MOJIHYI0 MomHocTh. Kpome ¢doroTponusma oba doroperentopa BOBICYEHBI B IPOLIECCHI, CBS3aH-
HBIE C MOBBILCHHEM 3(PEKTUBHOCTH (oTOCHHTE3a. Tak, HaIpUMep, OHU KOHTPOJIUPYIOT OTKPBIBAHUE
YCTBULI, SKCIIAHCHUIO CTEOJISI ¥ JINCTHEB U UX MOJBUKHOCTB, YTOOBI cO34aTh Oojiee OnaronpusiTHbIE yc-
JIOBUS ISl TIOTJIOMICHUSI (POTOCHHTETHYECKN aKTHBHOTO cBeTa. [Ipy HU3KHMX WHTCHCHBHOCTSX CBETa
00a GoTOTpONMHA CTUMYIUPYIOT OPUEHTALMIO XJIOPOIUIACTOB MEPIEHINKYIISIPHO K MaJaloleMy CBe-
Ty, a IPU BBICOKUX MHTEHCHBHOCTSAX Onaronaps phot2 XJopomiacTsl MEpeABUralOTCs K Kparo JINCTa,
YTOOBI YKJIOHHTBCS OT MaJAI0NIEro Ha pacTeHue cBeTa. Y 000ux (GOTOTPONMHOB CXOAHBI CTPOCHHUE TI0-
JUNENTUAHON e U OpraHu3anus J0MeHOB. N-TepMUHaIbHas MOJOBHHA MAaKPOMOJIEKYJIIBI COEPIKUT
(dotocencopuy obnactb, a C-TepMUHATIBHAS — AOMEH NMpoTerMHKHWHa3bl D. doToceHcopHas mopuus
(bOTOTPONMHOB COJCPKUT JiBa MOBTOPSIONIUXCSA JOMEHA, cojepxaimux 1o ~110 aMUHOKHUCIOTHBIX
ocraTkoB, nonyuuBmmx HazBanue LOV1 (light, oxygen and voltage) u LOV2, ¢ KOTOpBIMU COCAMHEHBI
no oxnoi monekysie FMN (flavin mononucleotide) kak moriomaromei cBeT MpOCTETHIECKON TPYIITIE.
B remnore FMN nHekoBaneHTHO accouunpoBad ¢ LOV-momenom, o niof Biusiarem ['C FMN o6pasyet
C HUM 0OpaTUMBIH aJJTyKT, BCTYTasi B PEaKIUIO C PACTIOIIOKEHHBIM psiioM Cys-ocTaTkoM. XOTs GoTo-
LIUKIBI (QOTOTPOMMHOB CXOHBI, oiHako LOV 1, mo-BuanMOMYy, peryiupyeT JUMEPHU3AIUIO PEIIeTT TOPHBIX
mornekyn, a LOV2 — akrtuBHocTh C-TepMuHanbHOW mpoTeHKnHa3sl D. B orcyrcTBme cBeta LOV2
MIPUHUMAET CBEPHYTYIO KoH(popmaruio u crepuuecku naruoupyer PKD. [locie oOmydeHust axmayKT
pazpymaercss ¥ PKD BHOBb CTAaHOBUTCS aKTUBHOM, B PE3yJIbTaT€ YErO MPOUCXOAUT MHOKECTBEHHOE
aBToochoprmpoBaHne CEPUHOBBIX OCTATKOB B MaKpOMOJEKyie QoTtoperentopa. CauTaeTcs, 9TO
(hochoprmmrpoBaHHbIe GOTOTPONUHBI SBISIOTCS UX aKTHBUPOBaHHOW Bepcueil. [Iporennknnrasa D co-
CTOUT U3 HECKOJIBbKUX OeNKOBBIX ceMeHcTB. Kak u B ciyuyae ¢ GUTOXpOMOM, K H3yUEHUIO MEXaHU3MOB
neicTBusl (POTOTPONMHOB ObUIM MPUBJICUEHBI PA3HOOOPA3HBIE MYTAHTHI, C TIOMOILIBIO KOTOPBIX ObLIH
MOy YeHBI JOKA3aTeNbCTBA, YTO B (POTOTPOIHON CUTHAIN3ALNHN CYIIECTBEHHOE 3HAaUCHUE UMEET aBTO-
thocpopummpoBanne PHOTI1. Xots B TeMHOTE 00a (DOTOTpONMHA TECHO CBS3aHBI C IJIA3MATHUECKOM
MeMOpaHoi, mocine odecuBeunBanus I'C OHM BBIXOAST B IUTOILIA3MY, I7I€ B3aUMOACHCTBYIOT C KJIaTpU-
HOM (aKTHBaTOPOM SHI0LNTO3a). UHTepHATN3aMsl MaKPOMOJIEKYJ (POTOTPONHUHOB MIPOUCXOAUT MOCTE
ux asrodpochopunuposanus. Onpeneneno, uro pochopunupyercst Cep-851. Kak u B ciyyae ¢ :xuBOT-
HBIMHM KJIETKAaMH, KOTJla CBSI3bIBaHHME JIMTAH/A BbBI3BIBAET MOHO/MYJIBTHYOMKBHHM3ALMIO IIa3MaTu-
YeCKOI MEMpaHbl CO B3aMMOAEHCTBYIOUIUM C HEW PEeLEenTOPOM U MOCIEAYIOMUM 3HIOLUTO30M KOMII-
JieKca, eCTh Bce OO0JIbIIe OCHOBAHUH MOJaraTh, YTO CXOAHAs KapTHHA HAOII01AeTCs ¥ C POTOTPOIIMHAMM.
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Puc. 5. UaaynupoBaHHEIi rOTyObIM CBETOM ()OTOTPOIU3M B BBICIIEM PACTEHHH, B OCHOBE KOTOPOTO JIEKHUT YCTAaHOBICHHUE
nuddepenuuanpHoro rpaaueHTa aykcuna [10]: a — cxema, 00bscHsomast GOTOTPONHBINA N3O TUIOKOTHIISL. AYKCHH CHHTE-
3UPYeTCs B allMKaJIbHOM 4acTH CTeOJIsI U TPAHCHOPTHUPYETCsl B KOPHHU MO cocyaaM CTeOJisi U B KIETOYHBIE dIUCPMalIbHbIC
U cy3IuAepMalbHbIe CJION (KpacHBIe CTPEIKH, HallpaBJIeHHbIe BHU3). B mpopocTkax pacTeHuid, pacTyIUX B TEMHOTE, KOJIU-
YEeCTBO TPAHCIIOPTHPYEMOT0 ayKCHHA HE OTIMYACTCS OT €ro KOJIMYECTBa Ha BCEX yUacTKaX F’MIOKOTHIISI IPOPOCTKOB. B mpo-
pOCTKax, 00JydeHHBIX HAallPaBICHHBIM IOTyOBIM CBETOM, BO3HUKAET AU (epeHInpoBaHNe MOTOKA ayKCHHA BHIU3. [ory0oii
CBET TAKJ)KE BBI3BIBAET JIaTEPATbHOE MEpepacipeieneHne GUTOropMoHa ¢ OCBEIIEHHON B 3aTEMHEHHYIO YaCTh THIOKOTHIISL.
bnaronaps 3Tum 3¢ dexram HabIOgaETCS PA3INYHOE HAKOIIEHHE (PUTOTOPMOHA B 30HE JIOHTAIIMH 3aTEMHEHHOH 4acTH 110
CPaBHEHMIO C OCBEIICHHBIM yYacTKOM; b — CXeMa cpe3a uepe3 30HYy JIOHTALUH B TUIIOKOTHIIE IPOPOCTKOB Arabidopsis, ui-
JIOCTpUpyIomas o0pa3oBaHHe rpaJueHTa akTHBHOCTH photl 1 HakomIeHne aykcHa. ToukaM¥ MTOKa3aHbI SApa KIETOK JABYX
KJICTOYHBIX CJIOEB. 3€JICHBIM I[BETOM IOMEUEHBI SHJOAEPMATbHEIEC KJICTKH U JIaTepalbHOE MEepeMelieHle rOpMOHa pPocTa
ayKCHHA, KOTOPOE MPUBOIUT K 00pa30BaHUIO (B 3aBUCHMOCTH OT 3HaKa (OTOTPOMH3MA) HA IMPOTUBOIOIOKHON HIIM OCBE-
LICHHOH CTOpOHE cTebIs1 001aCTH KIIETOYHON JIOHTAIMH

Fig. 5. Blue light-induced phototropism in a higher plant, which is based on the establishment of a differential auxin gradient
[10]: a — scheme explaining the phototropic bending of the hypocotyl. Auxin is synthesized in the apical part of the stem and
transported to the roots through stem vessels and to the cellular epidermal and suerepidermal layers (red arrows pointing
down). In seedlings of plants growing in the dark, the amount of transported auxin does not differ from its amount in all areas
of the seedling hypocotyl. In seedlings irradiated with directional blue light, a downward differentiation of the auxin flow
occurs. Blue light also causes lateral redistribution of the phytohormone from the illuminated to the dark part of the hypocotyl.
Due to these effects, there is a different accumulation of the phytohormone in the elongation zone of the darkened part compared
to the illuminated area; b — scheme of a section through the elongation zone in the hypocotyl of Arabidopsis seedlings, illustrating
the formation of a photl activity gradient and the accumulation of auxin. The dots show the cell nuclei of two cell layers.
Endodermal cells and lateral movement of the growth hormone auxin are marked in green, which leads to the formation
(depending on the sign of phototropism) of the area of cell elongation on the opposite or illuminated side of the stem

OO0OHapyKeHO, YTO U3MEHEHHUE CONEePIKaHUs UTO30JIbHOTO Ca 00yClIoBIeHO (DOTOTPOMU3MOM, MH-
JyIIUPOBaHHBIM TOIyOBIM cBeTOM [12].

[o3znuee Obino 00HapyxkeHo, uro PHOT1 B3ammoneiictByer ¢ ocodbiM 6enkom — ABCBI9 (ATP-
binding cassette B), oTHOCAIIUMCS K CEMEHCTBY TpaHCMEMOpaHHBIX TPaHCTIOPTEpOB [13], KOTOPEIH, Kak
TI0JIATAIO0T, SIBJISICTCS IEPEHOCYMKOM, OTBETCTBEHHBIM 32 BEIOOp aykcuHa. OKkasanock Takxke, uto ABCB19
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MoxeT uHruouposarbess PHOT1-3aBucumeiM dochopunrpoBannem, npu 3TOM aKTUBUpPYeTcs (oTo-
TponHbIi n3rud. LlenTpanbHoe MecTo B peanusanuu ouonorunyeckoro 3¢dexra pororponuua 3anuma-
eT (UTOrOpMOH ayKCHH, I'PAaJJUEHT KOTOPOro ycraHaBiuBaeTcs noxa BiausHueM ['C u, xak ciencrtsue,
B pe3ysibTare MoguduKanuu TpaHcrnopra guroropmona. Kak u3sectno, I'C BbI3bIBaeT acHMMETpUY-
HOE€ KJIETOYHOE pachpeiesieHue ayKCMHa, YTO CBA3aHO C OCOOCHHOCTSIMH TpPaHCIOpTa (PUTOTOPMOHA.
OobnapyxeHo 8 PIN-OenkoB. [IaTb M3 HUX NPEACTaBISAIOT cOOOW MOTHOpa3MEpHbIE KAaHOHHYECKHE
TPaHCIIOPTHBIC OCTTKU M 00JIErYaroT BEIOPOC ayKCHHA Yepe3 MIa3MaTHIecKyo MeMOpaHy, B COCTaB KO-
TOPOW OHU BXONAT. TPU OCTAJIBHBIX YACTUYHO MOAM(PUIIMPOBAHBI MO JIITMHE AMUHOKHCIOTHOH LIETTOYKH
U KOHTPOJUPYIOT BHYTPUKICTOUHYIO MOABIKHOCTE. PIN1 u PIN2 siBNsit0TCSI OCHOBHBIMH MEPEHOCUU-
KaMHM ayKcuHa B cTe0Jie M KOPHAX B TeUEeHHUE BcexX cTaanuil pa3sutus pactenus. PIN3, PIN4 u PIN7 skc-
IpeccupyroTes ¢1ado, U UX JOKaIWU3amus (anoiaspHas U MOJSIpHAs) OCOOCHHO YYBCTBUTEIbHA K BHY-
TPEHHHUM W BHEIIHUM CHTHaiaMm. Tak, B TemHOTe PIN3 sokanm3oBaHa MOJISIPHO B TUIIOKOTHJIE M KOP-
HSIX, B TO BpeMs Kak 1mociie (POTOTPOMHON CTUMYJISIIIUU OH 3aHUMACT TOJISIPHY IO MO3HIHI0. OT TEMHOTBI
WJI OCBELIEHHOCTH 3aBUCUT €T0 3KCIPECCHs U JIOKAJIU3alHsl OTHOCUTENBHO SHA0IEPMaIbHBIX KIETOK.
Cunraercs, uro PIN3-dakTop cBsi3aH ¢ aCHMMETPUYHBIM pacrpeneseHueM (poToTponnHa Kak BHYTPH
OTIEIBHBIX SHAOICPMAIbHBIX KJIETOK, TAK M MEXJy OCBEILICHHOM M 3aTEMHEHHOH 4acTIMM IPOPOCT-
KOB. XapakTepHo, 4T0 y MmyTaHTa, AeuuutHoro mo PHOTI, 3ToT 3ddeKT oTCyTCTBYET, a y HOIb-
myTaHTa PIN3 mpaktuuecku oTcyTCTBYIOT 3¢ (eKThl, HHAYIUPOBAaHHBIE (DOTOTPONUHOM, KaK B THIIO-
KOTHJIE, TaK U B KOpHsIX. M3yuenune mytanToB PIN-OenKOB MO3BOJIMIIO 3aKIIOUNTH, YTO BCE 3TU OCIKH
B TOW WJIW WHON CTETICHH BHOCST CBOM BKJIAJ B (POTOTPOMHEIN OTBET pacTeHus. Urto kacaetcs ABCB-
0ENKOB, TO X y4acTHe B (POTOTPONM3ME SIBIISETCS BOIPOCOM TUCKYcCHH. [IpUHATO cUnMTaTh, 4TO ayK-
CHH BBI3bIBAaeT OBICTpBIC M3MECHEHHS HAa yPOBHE TPAHCKPHUIIIIMK I'eHOB. B mocieanue roasl Oblia paspa-
0oTaHa MOJIEKYJIsIpHasi MOJEb STUX COOBITHH, KoTopas BkitoyaeT: 1) JHK-HykaeoTHaHYIO MOCIeno-
BarensHOCTH (MumIeHb) B JIHK AuxREs (auxin response elements); 2) peryasTopbl TPaHCKPHIITHOHHOTO
cesas3piBanus JIHK (ARF); 3) ARF-cesaspiBatomnue penpeccopusie 6enku (AUX/IAA); 4) xopenpeccop-
Heiii 6enok TRL (Topless); 5) E3 yOukBUTHH-TUTa3HBIH KOMIUIEKC; 6) aykcuH [14]. Monenb npeacras-
asieT co00i omMcaHue MPOCTOrO BHIKIIOYATEINSI TPAHCKPUIIUH, YyBCTBUTEIBHOTO K JIOKAJIBHOW KOH-
LEHTPALUHU ayKCUHA. MoJeJIb ONUChIBAaeT COOBITHS HA YPOBHE KJICTKH IIPU €r0 HU3KOH M BBICOKOH KOH-
LeHTpauusix. Takue MUIIEHHBIE I'€Hbl KOOUPYIOT O€NKH, KOTOPbIE BOBJICUCHBI B ayKCHH-3aBUCHUMYIO
KJICTOUHYO 3JioHTaIuo0. B padore DcMmoHa ¢ cotp. [15] ueHTUDHUITUPOBAHO 8 T€HOB, KOTOPHIC OTBET-
CTBEHHBI 3a yBenuueHune HakorieHnss MPHK B Tex ydacTkax rMIOKOTHIIS, TJI€ YPOBEHb ayKCHHA PAacTeT
napajuleIbHO aMIUIMTYAE U3rnda, He MPOSBISETCS Y MYTAHTOB, Ubsl (DyHKLHS COOTBETCTBYET aMILIU-
Tylle ayKCHUH-PEryJaupyeMoro pocta. Pe3ynprarsl n3yuenus (GOTOTPONHON CUIHAIN3ALNN B PACTCHUX
[OKa3aJId, YTO TJABHBIM €€ PETyISITOpPOM ABISeTCS (UTOTOPMOH ayKCHH. HecMOTpst Ha TpPOCTOTY
1 KOHKPETHOCTDH (DU3HMOJIOrMUECKOTr0 OTBETa, opaykaeT HeoObIuaiiHasi CIOKHOCTh MEXaHH3Ma ero pea-
au3anun. [Iporecc nmpeBpalieHus: CBETOBBIX CUTHAJIOB B aIalTUBHBIC (POTOTPOITHBIC OTBETHI BKJIIOYACT
6 doropenenitopoB (photl, phot2, phyA, phyB, cryl, cry2); cnoxHOOpPraHW30BaHHBIH pPENENTOPHBIN
koMmIuteke I'C; o kpaiinei Mmepe 9 ayKCHHOBBIX TPAHCIIOPTEPOB, KAXKIBIH M3 KOTOPHIX UMEET COOCTBEH-
HYIO CUCTEMY PEeryJIllMi aKTHBHOCTH U BHYTPHUKJIETOYHYIO JIOKAJIU3AIUIO; 7 SKCTPa- U UHTPAIeIITIO-
JSIPHBIX ayKCHHOBBIX PELENTOPOB; CUCTEMBI dKCIPECCHM I'€HOB C MHOYKECTBEHHBIMHU PEryJsiTOpaMH
TPaHCKPUIILIMH; KOOIIEPATUBHBIEC CBSA3M C CUCTEMAaMHU CUTHAJIM3aLUU ACHCTBUSA APYTUX (PUTOTOPMOHOB
3THUIIEHA, OPaCCHHOCTEPOUIOB, THOEPPEINHOBOM KUCIOTHI U puTOXpoma. Bee 3To cBUIETENIBCTBYET HE
TOJIBKO O CJIO)KHOCTH CUTHAJIN3aINH (POTOPOIMHOB, HO M O TaJIEKO HE ITOJTHOM €€ M3YUYeHHH.
I'paBuTponu3m. OOBIYHO KOPHU PACTEHUH PACTYT B MOYBE BEPTHKAIBHO BHU3, TJI€ OHU 3aKOPHBAIOT
pacTeHue, KOTOpoe MOoJTydyaeT U3 MOUBbI BOAY U MUTATEIbHBIC BEIIECTBA, HEOOXOJUMBIE JJISL €0 POcTa
n pa3BuTuia. BepTukanbHO pacTeT M LEHTpajbHBIA cTebenb pacteHus. Kak ymoMmuHanocs pasee,
pacTeHuss HeoOpaTHUMO CBA3aHBI C MECTOM CBOET'O POCTA, HO TIOCTOSTHHO PearupyloT Ha HalpaBJIEHHbIE
CUTHAJIBI M3 BHELIHEH cpenbl, KOTOPhIE OHU HMCIOJB3YIOT /I ONTHUMH3ALUN JKU3HEEATeTbHOCTH —
CBOETr0 OCHOBHOTO IpegHa3HaueHus1. K HUM oTHOCSATCS ra30BbIi 0OMeH, GOTOCHHTE3 (CTEONH U JTUCThS)
U noTpediieHUe BOABI U MUTATENIBHBIX BellecTB (KopHH). Hapsany ¢ paccMOTpeHHBIMU BbIIIE CUTHAJIA-
MU OOJIBIIOE 3HAYEHUE MMEET Cujla 3€MHOI0 HPUTSIKEHMs, NPEACTaBIIsIomas co00il HanpaBIeHHbIH
cUTHaJ 3eMid, Oiaronapsi KOTOPOMY PacTeHHUs Peain3yloT MEXaHU3M HalpaBJICHHOTO POCTa, He00X0-
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auMmoro st popmupoBaHusi skocucteM [16]. BonbIIMHCTBO OpraHoB pacTEeHUs! pearupyroT Ha 3TOT
curHan. Tak, cTe0au pacTyT BEPTHUKAIBHO BBEPX (HETaTUBHBIN OPTOrPaBUTPOIN3M), a KOPHU BEPTH-
KaJIbHO BHH3 (MIO3UTHBHBIN OPTOTPaBUTPONHU3M). BOKOBBIE OpraHbl He MOAYHHSAIOTCS 3TOMY BO3JICH-
CTBHUIO M PACTYT IOJ] ONPEACICHHBIM yTJIOM K CTe0JIt0. DTOT yroj noinyun Ha3Banue GSA (gravity set
point angle). [TapameTpsl GSA 3a710KeHBI B TeHOME pacTeHus, HO GSA MOXXET MEHSIThCS 0] BIUSTHUEM
BJIaT'W B TIOYBE (KOPHH PAaCTYT BIIyOb), N30bITKA YA0OpeHus (Hanpumep, ocdopa), 9TO BEI3BIBAET POCT
OOKOBBIX KOpHEHW, MO3BOJISIS JTydIlle MCIOIb30BaTh TTOBEPXHOCTHBIE CIIOW TOYBHI. DTO O3HAYaEeT, YTO
KOPHH XOPOILIO aJalTHPYIOTCS K YCIOBUSM OKpY’Karollel Cpejibl, YTO UMeeT OOJIbIIOe 3HAYCHHUE IS
3emJienenus. B xone pocta pacTeHHE HUCMONB3YeT KOMOMHAIMIO KJIETOYHOTO JICICHHUS B allMKaJIbHOM
MepucTeMme u yniauHenue kietok B EZ (elongation zone). Ilocne peopueHTannn mox BIMSTHUEM CHIIBI
TSHKECTH OpraHbl BO3BpamarTcs k mapamerpaM GSA. B ocHoBe 3Toro adhexra aekar pererius CHr-
HaJjla, CHTHAJbHBIE TIPOIECCHI (TPAHCAYKIINS), MPUBOIAIINE K ONOXUMHUYECKUM N3MEHEHUSM B CUCTEME
Y B KOHEYHOM cYeTe K M3rudy credust uiu KopHs. CienyeT OTMETUTD, YTO MPUPO/Ia CUTHAJIBHBIX TPO-
LECCOB, MHIYIUPOBAaHHBIX CHJIOW 36MHOI'O MPHUTSHKEHUS, B CTEOIAX M KOPHSIX MPAKTUUECKH OIMHAKO-
Ba, IOATOMY OCTaHOBUMCS Ha WH(POpPMAINH, KaCAIOMIEHCs TIPEXK/Ie BCETO KOPHEH 1 B MEHBIIICH CTENICHH
crebneit.

B kopHsX pernenuus cuii 3eMHOTO MPUTSKEHHS OCYIIECTBISIETCS B KOPHEBOM YEXJIUKE, TOKPBIBAIO-
meM 00JIacTh €ro amuKajdbHOM MepucTembl. PaspylleHue 4exsmka pa3HbIMH CHOCOOaMH MPHBOAMT
K MCYE3HOBEHUIO CIIOCOOHOCTH PAcCTeHHS K TPAaBUTPOMHU3MY KOpHEW. KIeTku 30HBI JeNeHus 4eXIruKa
001a1a10T YHUKAJIBHBIM CTPOCHHEM. BO-TIepBBIX, OHM XapaKTepPU3YIOTCS OONBIIIMHE pa3MepamMu, BO-BTO-
PBIX, B HX [IUTOILIa3Me MPAKTHYECKH HET HUKAKWX OPTaHEeII U DJIEMEHTOB IIUTOCKENETa, U, B-TPEThUX,
B HUX COZIEPIKUTCS OOJIBIIOE YUCIIO HATIOJHEHHBIX KpaXMalloM aMHJIONIIACTIOB-TLIACTHI, IOy YMBILUX
Ha3BaHUE CTaTONUTOB (puc. 6). IMeHHO UM OTBOAMTCS IMIaBHAsl CEHCOPHAs poib. B ciaydae mpoctpan-
CTBEHHOW MEPUOPUEHTAIIUN PACTEHUS aMUOILIACTHI TPYIIITAPYIOTCS B HIJKHEH YaCcTH KIIETKH, 3aITyCKas
MPOLIECC TPAHCAYKIMU. DTOT MOMEHT XapaKTepeH TakKe IJIs MyTaHTOB, AC(PUIMTHBIX MO CHHTE3Y
kpaxmadna [17].

IIpeanoxensl MOIEAN TPAHCAYKLUHUH TPABUTPOMUYECKOro curnana [18—21], Bkirouas Monenau cTa-
TonuTHOTO naBieHns, Ca’’-MexaHOUyBCTBHTENBHBIX KaHAIOB, GOCcHOMHOUTHIHYIO Moaelb. 1o Mepe
WX TIOSIBJICHHS! OHU OBLTH TTOJIBEPTHYTHI JIETAIIBHONW MPOBEPKE, B MEPBYIO OYEPENb C MCIIOIH30BAaHUEM
IIpSAMBIX H3MepeHuii comepsxanus Ca®’, crermuduueckux HHTHOMTOPOB U MyTaHTOB PACTEHHUH, nehu-
LUTHBIX MO MPEAINoIaraéMbIM COeIMHEHNAM. Mojieny He moiay4usu noarsepxkaeHus. [lpasna, okasa-
nock, uto 1 Ca’’, 1 nHO3UTON-3-PoCchaT MOLYTUPYIOT CUTHATM3AIMIO IPABUTPOIU3MA.

XoTs pacCMOTpPEHNE BO3MOYKHBIX MEXaHM3MOB CHUTHAJIBHON TPAHCIYIIMH TPABUTPONHU3MA HE JAJI0
MOJIOKUTEITBHBIX OTBETOB, OJMH HETIPEIIOKHBIN (PaKT OCTAJICS OUEBHIHBIM. Peub nieT 00 acuMMeTpuy-
HOM pacIipe/ie]IeHHH ayKCHHA B alMKaJbHOM YeXJIMKe MOABEPTrHYTOr0 CTUMYIY PAcTeHUS U O HaKOI-
JICHHM TOpPMOHAa B HW)XHEH 4YacTH KopHeil. B pesynprare OOKOBOW TpaJiMEHT TOPMOHA BO3HHMKAET
u B EZ-xneTkax u, Kak cieactsue, GopMupyercs KpuBu3Ha KOpHs. V3BeCTHO, 4TO ayKCHH CHHTE3UPY-
eTcsl B TKAHH MOJIOBIX MOOEroB. 3aTeM 10 COCYIUCTON CETH OH TPAHCHOPTHUPYETCS B YEXONBUYHUK, TIC
HaKaIJINBaeTCsl B HEMOJABMIKHBIX IEHTPAJIbHBIX KieTkax. [locie 3Toro aykcwH mepepacmpenensercs
B JIaTepaJIbHOM HAIPABJICHUH K Nepu(epUIeCKUM TKaHIM YEX0JIbYUKa, a 3aTeM K EZ-kieTkam, rjie oH
MOJIABJISIET AIOHTAINIO. B X0/e TpaHCTIOpTa ayKCHH MPOHUKAET U3 aIloIiacTa BO Bee KIeTKH. [Ipu aTom
Kak crnabas kuciota (IAA) oH He MOXKET IMTACCHBHO TPOHHUKATH B KJICTKHU Yepe3 MIa3MaTHIECKHE MEM-
OpaHbl, Ut TOT0 UMEIOTCS crelnnanbHble TpaHcnopteps! [22]. Io cBoeit mpupoae TpaHCHOpTEPHI OT-
Hocsitest K Oenkam cemelictBa PIN (PINI, PIN3, PIN4 u PIN7) u P-rnmuxonporennam. B memOpanax
PIN-Genku pacnonoXeHbl TAKUM 00pa30M, 9TO 00ECIIEYNBAIOT HAIIPABJICHHE TIOTOKA ayKCHHA K KOHYH-
KY KOpHSL.

B BepTukanpupix kopHax Oenku PIN3 u PIN7 paBHOMepHO pacmpe/esnieHbl B KJIeTKax Mo OTHOIIe-
HUIO K IJIa3MaTH4YecKod MemOpaHe. PaBHOMEPHO pacmpe/iesieH B KJIeTKax YexoJbunKka U aykcuH. OHa-
KO TIOCJIE TPAaBUTPOIHOTO CTUMYJIa OEIKH OBICTPO MEHSIOT CBOIO JIOKAIHM3AIHI0, COOMPasich B HUKHEH
YaCTH CTATOJIUTOB, Ky/la TPAHCTIOPTUPYETCS U ayKCHH. YCTaHOBJICHO, YTO PEOPUEHTANHS (PUTOrOpMOHA
KoHTpoupyeTcst MasiMu GTF-azamu, csi3anabMu ¢ paktopamu GDP/GTP-o6Mmena. DTu maHHbIe OBLITH
MOJTYYEHBI C TIOMOIIBIO MYTAHTOB. | €HeTHYeCKHE MOIXO/bI MTO3BOJIMIM OJHO3HAYHO HJICHTU(PHIINPOBATH
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Puc. 6. CTpoeHmne KOPHEBOTO YEXJINKA: ¢ — CXeMa CTPOCHNUS (KENTHIMH CTPEIKaMH MOKa3aHbI TOTOKK ayKCHUTa, KPacHOU — Ha-
MpaBJIeHHe IPABUCTUMYNA); b — IPH TPaBUCTUMYJIISIIMY AMHUIIOILIACTHI OCAXKJAIOTCS B KJIETKaX KOPHEBOTO YEXJIMKA M 3aITyCKa-
IOT MPOLECC TPAHCAYKIMHU C y4acTHEM pa3lMUYHBIX OCJIKOB M IUIa3MaTHYECKOH MeMOpaHbl, ¢ — ayKCHH B3aHMOJCHCTBYeT
C JNMI0ePMATIBLHBIMU KileTKaMy EZ KOpHEBOro yexjmMka M 3amycKaeT TPaHCIYKIMIO B [OCieioBaTenbHocTh coObiTrii: LZE-
Oenku — mIasMaTHdeckast Memopana — RLD-perymnsitopst — PIN3-6enkn — TpactopT ayKcHHA BHU3 — OOKOBOH I'paHEeHT ayKCH-
Ha B KJIETKaX KOPHEBOTO YEXJINKA; d — B BEPXHEI "acTu KOpHS MPU HU3KOW KOHIIGHTpAIlMM ayKCcHHa akTuBHpyeTrcs H-Hacoc,
aroruIacT MOAKUCIIAETCS, AKTUBUPYIOTCS (DepMEHTHI, OTBETCTBEHHBIE 32 SIIOHTAIHIO — YUIMHEHHE KIETOK [23]

Fig. 6. Cap structure: a — the scheme of cap (yellow arrows show the auxin flows and red one shows direction of gravistimulus);

b — under gravistimulation amioplasts are settled in cap cells. The transduction process is run; ¢ — auxin interacts with

endodermal cells of cap. Transduction is going in sequence LZ-proteins — plasma membrane — RLD regulators — PIN 3

proteins — transpor of auxin downword — side auxin gradientin cap cells; d — in upper part of root H-pump is activated,
apoplast is acidified, the enzymes responsibke for cell elonga-tionare activated, the cells are elongated [23]

MOJICKYJISIDHBIE MEXaHHM3Mbl TI'DABUTPOIHON YYBCTBHTEIBHOCTH M Ha4YaJbHOH ()a3bl TPaHCHYKIIHH
B crajonuTax KopHed. CTpaTerus reHeTHYECKMX MOAXOAOB BKIIOYasia B ceOsi MOITYyUYeHHE HE TOJIBKO
MYTaHTOB, Je(PUIHUTHBIX IO CHHTE3Y PAaCCMAaTPUBACMbIX yUaCTHUKOB CUTHAJIBHON TPAaHCAYKLUH B CTa-
TOJINTaX, HO U MYTaHTOB, XapaKTEePHU3YIOMINXCS CBEpXIKcpeccueil dakrtopos [24, 25]. B nmocnennee
BpeMs BHUMaHWE YUYEHBIX MPUBIIEKJIA MOJIECTh TPAaBUTPOITN3MA, B OCHOBE KOTOPOM JIEKHUT B3aMMOJICH-
CTBHE aMUJIOIUIACTOB ¢ IUranAaMu. Ilocnennue, Kak rmpeanoiaraeTcs, KOMIIEKCHPYIOT CO CTaTOIMTaMHU
U 3aIlycKaroT TpaHcayKuuio. OqHaKo AaHHAs MOJEIb HE MOJy4Hia J0Ka3aTenbeTB [25]. A BOT aApyrue
(hakTOpHIl, TaKKME KaK aJlcHO3MHKNHA3a | 1 Oesiku cemelicTBa LY Z, oka3annch akTUBHBIMU MOJYJIsITOpa-
mu. Brauane Oblna ycTaHOBIIeHA paHee Hen3BecTHAs GyHKINS LY Z-0enxoB. OHU OTHOCATCS K PETYJIs-
TOpaM KOHJIEHCAITMH XPOMOCOM B KileTke [26]. LYZ-6enku B 0TBET Ha I'PaBUCTUMYJ aCCOIUUPYIOTCS
C TUIa3MaTUYEeCKOM MeMOpaHoi, a 3aTeM IpyNIUPYIOTCS B HUKHEH YacTH KOPHEBOTO YEXJIMKa U o0ec-
MIEYNBAIOT MOJISIPHBIN TPAHCTIOPT ayKCHHA ¢ oMoIibio RLD-perymnstopos. LD-6enku comepxar gome-
HbI 13 300-500 amuHOKHCIOTHBIX ocTaTKOB (RLD domain), oHM KaTanu3upyrOT OOMEH I'yaHHHOBBIX
HYKJICOTHIOB Ha Oenke Rab8a, KOTOphI KOHTpOJIMpPYeT B3aUMOACHCTBHE anmapara [onbIKu ¢ mias-
MaTH4eckoi MempaHoi [27]. JlroGonbiTHO, 4TO y MyTaHToB LYZ coxpaHsieTcst GOTOTpONH3M, TaK Kak
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oenku PIN sBnsiroTcst B 000HMX clly4asix KpUuTHUeCKUMHE (hakTopamu. JpyrumM UHTEpEeCHBIM HaOIoIe-
HUEM SBJISETCS 3aBUCUMOCTH IIpoIiecca OT (PUTOXpOMa, €CIIU TPABUTPOITH3M ITPOUCXOJAHUT Ha CBETY.

3akarouenue. ONMUCaHABIC BBINIE MEXaHU3MBI OOBICHIIOT (popMUpOBaHHE OOKOBOT'O TpaaueHTA
ayKcHHa B KOPHEBOM uexJinke. OIHAKO BaXKHBIM IMpencTaBisercs nupdepeHnanbHoe YITHHEHUE Kile-
TOK Ha BEpXHEH U HIDKHEH CTOPOHAX JUCTAIBHON YaCTH 30HBI AJOHTALIUH.

TpaHCHIOPT ayKCHHA B MEPUPEPUUSCKUX TKAHIX KOPHEBOTO YEXJWKA, SMHUAEPMHUCA H KOPHI UMEeT
MecTo e 3a cueT nuddys3uu, nim ¢ momompio Tpancmoprepa AUX1T/LAX 1 u PIN2 mox koHTpoemM
dochoprnpoBanus u aedochopunuposanus. Kak u sce PIN-Oeinku, PIN2 nocTosiHHO 1IUpKyIUpyeT
MEX]y MIa3MaTH4YecKod MeMOpaHoi 1 sHI0coMoM. Haxonsick B MmeOpane, PIN2 yBennuuBaeT noctyn-
HOCTh ayKCHHA. biiaromaps 3ToMy ayKCHH HaKaIlUTMBAETCS B HUKHEH YaCTH KOHYMKA KOPHS, OPMUPY-
€TCs €ro rpaJlueHT U aKTUBUPYETCS MPOAYKLMSA ManblX curHaidbHbIX nentuoB GOLVEN Ha HuxHEl
JacTH 4eXoJIburKa. [pyrue puToropMoHbI, OpacCHHOCTEPOUILI U THOOCPETITNHOBAS KUCIOTA BBICTY-
AT aHTArOHUCTaMu 3HaouuTo3a PIN, T. €. B pacTeHHH UMEET MECTO KPOCC-TOK MEXJy aKTUBHBIMU
(axTopamMu, IPUYACTHBIMH K TpaBUTpONu3My [28].

Kaxkwue »xe coObrTrs mpoucxoiat naisire? O4eHb ObIcTpo, MpUMeEpHO depe3 19—15 muH mocne ctu-
MyJia, OTMEYaeTcsl M3rud KOpHs. YBeInueHHe COonep)KaHrs ayKCHHA Ha HIDKHEM yPOBHE YeXOIIbYMKa
aktuupyetT CNGCl14 (cyclic nucleotide-gated C14) kaHaibl, 4yepe3 KOTOPbIE HOH BXOAHT B IIUTOILIA3MY
u aktuBupyetr H+/OH— oOMeHHUK. B pe3ynbraTe anoriacT 3aieiayuBaeTcs, KJIeTOYHasi CTeHKa CTaHO-
BUTCs OoJiee PUTHIAHON M 3JIOHTAIUs 3aMeiiseTcs. Jpyroit MogynsaTop, OKHCh a30Ta, HAaKaITNBAaeTCs
B HIDKHEW YacTH KOPHEBOTO YEXJIMKA W MOJAaBJISET TPAHCIIOPT ayKCHHA, a aKTHBHBIE (DOPMBI KHCIOPO-
Ila, Ha000POT, €T0 aKTUBUPYIOT. B BepXHEH yacTH KOPHEBOTO YEeXJIMKa Ha (POHE HU3KOW KOHIICHT PAITUU
ayKCHHa NMPU CTUMYJISIIUU KJIETOUHAs CTEHKa IMOJKHUCIISIETCSI, COCTaB €€ KOMIIOHEHTOB MEHSAETCS, MEXK-
MOJICKYJISIPHBIE CBSI3U MEXy IOJIMMEpPaMHU B CTEHKE C TIOMOIILI0 ()EPMEHTOB PBYTCS, YTO OJIAropH-
SITCTBYET AoHrauuu. CleayeT mpu 3TOM OTMETHTh, YTO MOCJE IPaBUCTUMYJIHUPOBAHUS CONEPKAHUE
JUTHUHA U TIOJNIMCAaXapyIHBIX TIOJUMEPOB B KJIETOUOH cTeHKe MeHsAeTcsa. Ogako 3TH U3MEHEeHHs oOpa-
THUMBI, COCTaB TOJIMMEPOB B KJIETOYHOM CTEHKE IOCTIC MOSIBICHUSI U3rH0a BO3BpAILIACTCs K HCXOTHOMY
3HaueHuto [29]. Kak Tonbpko opran pacTeHus: BO3BpPAIAETCs B BEPTHKAJIBHOE MOJIOKEHHUE, MPOIiece 3a-
BEpLIAETCS, CMECTUBILIMECS B KJIETKE MPU FPABUCTUMYJISIIUU CTATOAUTHI [30] BOocCTaHABIMBAIOT CBOIO
MIPEXKHIOI0 JIOKAIHU3aInio, ucue3aeT u nmosipHocth PIN3 u PIN7 6emkoB. Koneunoit Todkoit mporecca
SBJISICTCS] HE UCUE3HOBEHHE I'PaINEHTA ayKCHHA, a BEPTUKAJIbHOE TIOJI0KEHNEe KOHYHKA.

B 3axirouenue crenyer eie pas NepevyrciInTb MepedeHb COOBITHI — OT MEPBUYHOIO CTHUMYJIA JI0
TIOSIBJICHU S M3TH0a KOpHs pacTeHus. [ eHeTHYecKue UCCieIOBaHus TPaBUTPOITM3Ma KOPHEH UIeHTUDU-
IIUPOBAJIH PSIJT JIOKYCOB B TEHOME PacTEeHHU I, KOTOPBIE BHOCST CBOM BKJIa/I B peann3aiuio 3dgdexra, ode-
CIIEYMBasi TEM CaMBIM OCEIlaHNe aMUOTIIACTOB U CBsi3bIBaHNE PIN-0€KOB B HU)KHEH 9acTH CTaTOJIUTOB.
CesizanHbIe ¢ MeMOpaHaMmu LY Z-0eku MoKIIIoUaoT K Tpancaykiuu RLD-perynsatopsl, KoTopbie 00-
neryaroT PIN3-3aBuCcHMEII BRIOpPOC ayKCHHA U3 KJIETOK. B pe3ynpraTe B KOPHEBOM YEXJTUKE BO3HUKACT
TpaJIMeHT ayKCHHA U OTMeJaeTcs o0pa3oBaHue HU3ruda 3a cUeT yAJIMHEeHUs KJIeToK B LZ-30He. [logBons
UTOI PACCMOTPEHUIO TPEX Pa3HBIX IO CMBICIOBOM HAarpy3Ke OTBETHBIX PEAKLIMI BBICIIUX PACTCHUM —
(GUTOXPOMHOH perysiiuu, GOTOTPOIM3MOB U TPABUTPOIN3MA, — CIIeyeT 0OpaTUTh BHUMaHHE Ha Cie-
aytolee 00CTOATENbCTBO. B cUrHaNBbHON TpaHCAYKLIUU TPEX pa3HbIX MPOLECCOB HA €€ IPOMEXYTOU-
HBIX CTaAUAX PErYIATOPHYIO POJIb BHIIIOIHSIOT OHU U T€ K€ MeAHaTOphl. Bee 3T0 mo3BosIsIeT npearo-
JlaraTh CyIIECTBOBAHUE B PACTUTEIIBHOM KJIETKE HE OTACJIBHBIX MAarUCTPaJIbHbIX LEMOYEK ISl Ka’KI0T0
CTHUMYJIa, a PEryJATOPHOM CETH Ha OCHOBE BEPTHUKAIBHBIX U TOPU3OHTAIBHBIX lieniei. Ha ee Oase, Bu-
JIUMO, U OCYIIECTBIISACTCS TOHKASI PETYJISLMS CATHATIBHBIX MPOIECCOB B PACTUTEIBHOM KICTKE.
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