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YcraHoBisieHO, yTo aunentuabl muiuaruuuH (GlyGly) n rvnuinacraparudoBast kuciora (GlyAsp), a
Takke aMuHoKucIoTa nimH (Gly) B KoHteHTpauuu 10~/ M B cpefie CyIeCTBEHHO CTUMYJIUPYIOT POCT U
pa3BUTHE pEereHEePaHTOB U MPOPOCTKOB Tabaka Nicotiana tabacum L. OtmeueHo, uro GlyGly, GlyAsp u Gly
BJIMSIIOT Ha KJIETOUHYIO MU hepeHIIMPOBKY U (hopMO0oOpa3oBaTeIbHbIC TTPOIIECCH Y KAJLTyCOB, a TAKXKe MO-
IyJIUPYIOT 9KCIIpeccHio TeHoB ceMeiicTB KNOX u GRF. O6HapyXeHo, 4To mpodWiIn MHIYKIIMU WA Perpec-
CHM 3KCITPECCHUM TEHOB OTHUM U TEM K€ MPEerapaToM B pereHepaHTax U MpOpOoCTKaxX Tabaka pasInMyHbIe, a
GlyGly, GlyAsp u Gly MoryT paccMaTpuBaThCsl Kak peryjsiTOpbl pocTa U pa3BUTHS paCTeHUA, IeiicTBUE KO-
TOPBIX UMEET CUTHAJIBHYIO I B OCHOBHOM 3ITUTEHETUYECKYIO IIPUPOIY.

DOI: 10.31857/S0002332920030030

IMentnaper 0Opa3yioT OOIIMPHYIO U MHOrooopas-
HYIO CUTHAJIbHYIO PETYJISITOPHYIO CUCTEMY, KOHTPO-
JIMPYIOIIYIO POCT U Pa3BUTHE XKUBOTHBIX U pACTCHUIM
(Khavinson, Malinin, 2005; Bantommn u ap., 2017).
BoJILIIMHCTBO U3YYEeHHBIX PACTUTEIbHBIX TIENITHUIOB
MPEICTaBIISUI CO0O0I HeOOIbIINEe CUTHAIbHBIC TTEITH-
JTBI VIJTA TIPOTUBOMUKPOOHBIE TTENITUIBI, 00pa3yIoNIecst
U3 He(YHKIMOHAIBHBIX OeIKOB-TIPEAIIeCTBEHHUKOB
(Goyal, Mattoo, 2014). B mociienHee BpeMsI ITOSIBIISIIOT-
cd JaHHBIE O TIENTHAAaX, 0OpPa30BaHHBIX M3 (PYHKIINO-
HaJIbHBIX OEJKOB, HEMOCPENCTBEHHO TPaHCIUPYEMBbIX
Ha HEOOJBbIINX OTKPBITEIX paMKaX CYUTBIBAaHUS
(Hanada, 2013). Cekperupyembie nentuasl (oT 2 10
100 aMMHOKMCIOTHBIX OCTAaTKOB) WIPAlOT BaxKHYIO
POJIb B PETYJISIIIMU MEXKJIETOYHBIX B3aUMOJICIICTBUIA,
¢$pU3NO0IOrNIEeCKUX aKTUBHOCTEA 1 OTBETOB Ha pa3-
JIMYHBIE BO3IEMCTBUS M CHUTHAJIbl BHEIIHEN CpeIbl
(Czyzewicz et al., 2013; Motomitsu et al., 2015;
Tavormina ef al., 2015).

O neiiCTBUM 9K30TeHHBIX ITENTUIOB, KOTOPBIE MO-
TYyT IPOHUKATh BHYTPb PACTCHM, TaHHBIX MPaKTH-
yecku HeT. KopoTkue 3K30reHHbIe TeNTUIbl N30U-
paTeIbHO MOIYIHUPYIOT SKCIIPECCUIO TEHOB 1 CUHTE3
0eJIKOB, B TOM YHCJI€ YYaCTBYIOIINUX B PEIUIMKALIMU 1
penapauuu JHK u oTBevyaloliux 3a KJIETOYHYIO
muddepeHIMpoBKY v xkuBoTHBIX (Khavinson, Mali-
nin, 2005). [leiicTBue TaKMX IIENTUIOB T'€HOCIICIIM-
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GUIHO, UMEET CUTHAIILHBIN PETyISITOPHBIN XapaKTep
U, MO-BUAMMOMY, B OCHOBHOM 3IUT€HETUYECKYIO
npupony (Baxromun u ap., 2017). Hanpumep, 3K30-
Te€HHbIE TeNTUIbI (3MUTAIOH) YBEJIMYMBAIOT MPOIOJI-
KUTEJBHOCTb XU3HU XKUBOTHBIX (Khavinson et al.,
2014), reTpanentun OpOHXOIEH peryiaupyet audde-
PEHLIMPOBKY, MpoNUdepalnio 1 aronTo3 B KyJIbTy-
pax KJIETOK OpPOHXWAJILHOTO JIMUTEINSI 4YeOBeKa
(Khavinson et al., 2015), a BUJI0H OKa3bIBaeT TaKOE Xe
JieficTBUE Ha KJIETKY TUMYca U TUMMOLUTHI iepude-
pUYecKOi KpoBM yesioBeKa U KMBOTHBIX (Khavinson
et al., 2015). Dtu nenTUabl TKaHeCHEeIU(PUIHBI, TH-
IYLIUPYIOT DKCIPECCUIO T€HOB, OTBEUAIOIIUX 3a pe-
nmapauuio u perukauuio JJHK (Khavinson et al.,
2014, 2015). IIpenmomaraeTcs, 4TO IENTUIHAS PEry-
JISILIMS XKU3HENEeSATeIbHOCTH Y 9YKapuOT euHAa 1 BO3-
HUKJIa OHa HA paHHUX 3Tarnax 3Bojouuu (BaHiommH
u ap., 2017). B ¢BsI3u ¢ 3TUM CyIIECTBEHHBII MHTEPEC
BBI3bIBAET JIefiCTBUE HA pa3HbIE OPraHU3MBbI U OHOJIO-
ruyecKkue CUCTeMbl HarboJjiee TPOCTO OPraHU30BaH-
HBIX KOPOTKMX IMENTUA0B, KOTOPble MOTJIU BO3HUK-
HYTb B TOM YHCJIE U aOMOTEHHBIM IyTEM Ha paHHUX
aTarax CTaHOBJICHUS XKM3HU.

Panee Hamu OBIJIO OOHAPYXKEHO, UTO DK30TCHHBIC
KopoTkue mnentuabl snutaioH (AlaGluAspGly),
oponxoreH (AlaGluAspLeu) u BuioH (LysGlu) Biu-
SUTA Ha POCT, pa3BuThe n 1ndOepeHINPOBKY KaJlTy-



376 DEJOPEEBA u np.

Ta6auna 1. I'ensl cemeiictBa GRF u npaiimepbl K HUM

T'en IIpaiimepnt Konupyemsliii 6e1ok Accession number
GRF1 ccc gga ttc cca act aca ca DNA-(apurinic or apyrimidinic site) lyase 2-like | LOC107764892
agc geg tgt act tca cta ctt
GRF2 cat cca gca gtg cac aga ga DNA topoisomerase 3-alpha-like LOC107824417
ctt cct gag acc gag cag tg
GRF3 tac gaa ctg tga ggc atc cg 3'—5" exoribonuclease 1-like LOC107832708
ttc acc act caa tgt gee gt
GRF4 gac gaa gag gaa ggc ttg ga Endonuclease 8-like 3 LOC104218308
gcc gta ctc cca tca get tt

ca tabaka Nicotiana tabacum L. (PenopeeBa u mp.,
2017).

Llenab paboOThl — CpaBHUTEbHOE U3YyUYEHUE B -
HUSI HU3KUX KOHIIEHTpaLUi JUNENTUAOB MMM -
nuHa (GlyGly), ramuunacnapariHOBOM KHCJIOTHI
(GlyAsp), a Takke aMuHOKUCIOTH rmiHa (Gly) Ha
pPOCT, pa3BUTUE U DKCIIPECCUIO T€HOB B IPOPOCTKAX U
Kajitycax Tabaka N. tabacum L.

MATEPHAJIbI 1 METO/IbI

Cemena tabaka N. tabacum L. (coprorun Cam-
CYyH) cTepusin3oBaiu 1.5%-HbIM PacTBOPOM THUIIO-
xjoputa HaTpus ¢ gobasinenneM 0.01%-Horo Triton
X-100 B TeueHue 15 MuH. 3aTeM UX TPYKIEI IPOMbBIBA-
JIA CTEPUJIbHOW AUCTUILUIMPOBAHHOM BOIOM U IOME-
IIAJIM B KOJIOBI C arapM30BaHHOI Ge3ropMOHaIbHOM
cpenoit Mypamure—Ckyra (MC) (Sigma, CIIIA) mst
npopaiBaHusi. O0pa3zoBaBIlIrecs IOCJe MpopacTa-
HUSI CEMSTH CEMSIIONN OTpe3aJiv CKaJIbIIeIeM U BbIKJIa-
IbiBaiv 1o 4 wt. Ha vyamku Iletpu ¢ araprzoBaHOit
cpenoit MC, conepxauieii 10~7 M GlyGly, GlyAsp wnn
Gly. g KoHTpoJIs ucnonbk3oBam cpeny MC 6e3 1mo-
OaBjieHUs TENTUAOB U aMUHOKuUcIOTH. Cpena co-
Jepxaja TakxXe (DPUTOTOPMOHBI: 2 MI/1 6-OeH3UI-
amMuHoIyprHa M 110 0.2 Mr/i1 o-HahTUIYKCYCHOM 1
WHIOIUJIMACIISIHOM KUCJIOT. B onbITe Mcnonb3oBaiu
4—5qgamex I[Tetpu. B reuenue 14 cyr yamku [leTpu ¢
9KCIUIAHTaAMU BbIIEPXXUBAIU B TEPMOCTATE B TEMHO-
Te npu 25°C, a 3aTeM IoOMelllaii B CBETOBYIO KOMHa-
Ty. DKCIUJIaHTbl KYJIbTUBUPOBAIU TIPU ClIeAyIOIIEeM
TeMIiepaTypHoM pexuMme: gHeM 20—22°C, HOYbIO
16—18°C, mnurenbHOCTH doToreprona 16 4 (MHTeH-
cuBHOCTh cBeTa 5000 5IK). DKCIIepUMEHTHI 110 MOy~
YEHUIO PEreHEePaHTOB U3 3KCIJIAHTOB MPOBOAWIU B
YeThIpEeX MOBTOPHOCTSIX.

Yepes 21 cyT 1mociie 3KCIUIAaHTAIIIM PETUCTPUPO-
BaJIM YaCTOTY KaJIIycoreHe3a U MOp(OJIOTUIO TTOSIBIISI-
IOIIMXCSI HA SKCIUIAHTAX PEr€HEPAHTOB: LIBET, TEKCTY-
py, pa3smep, YUCI0 00pa30BaBIIMXCS PETeHEPAHTOB U
JIMCTheB. B KOHIIE aKcTIepuMeHTa (4epes 28 cyT) oTMe-
yaJli HOPMAaJbHO C(HOPMUPOBABIINECS PACTEHUS
(pereHepaHTHl), UMEIOIINE TT00ET M KOPHEBYIO CU-

MN3BECTHUA PAH. CEPUA BUOJOTUYECKAA  Ne 4

creMy. DPGHEKTUBHOCTD pereHepalni pacCINThIBa-
JIV TIO YHCJTy pETeHEepaHTOB Ha OIMH 9KCILIAHT.

J1ns1 momydeHUsI IIPOPOCTKOB TabaKa ceMeHa ITocie
00paboTKM (OIMMcaHo BhIIIE) MOMEIIAIN Ha arapmus3o-
BaHHYIO cpeny MC, comepxasuyio 107 M GlyGly,
GlyAsp unu Gly. B kauecTBe KOHTPOJISI UCITOJIb30Ba-
nack cpena MC 6e3 nentrnos 1 Gly. Pacterns Tabaka
BbIpalllUBaIv B TeueHUe 28 cyT. Onpenessuii ChIpylo
Maccy, IJIMHY IIIaBHOTO KOPHSI, INIMHY HaA3eMHOI1 Jya-
CTH IPOPOCTKA, BHICOTY IIPOPOCTKA M IUIOIIAb JIMCTA.
ITno1ans TMCTOBOM TIACTUHKM OIPEASIISIIA C ITIOMO-
mblo Mukpockona Olympus BXS51 (SInoHus), ocHa-
meHHoro TporpamMoii Cell. CtatTmcTiaeckyio oopa-
OOTKY BCeX JaHHBIX ITPOBOIUIIN B Iporpamme Exel.

PHK BrIaessin u3 pereHepaHToOB 1 IIPOPOCTKOB Ta-
0aka cTaHIAPTHBIM METOIOM C UCITOJIb30BaHEM Hab0-
poB pearenToB 11 BeineneHust PHK “PHK-Dkcrpan”
(Cunton, Poccus). KoHIeHTpallMio BBIACIEHHBIX
npenapatoB PHK onpenensiiu cnekrpodoromMeTpu-
yecku. K/IHK monyyanu mo craHgapTHOIT METOOUKE
C MCMOJIb30BaHMEM Habopa peareHToB (CUHTOM) MJIs
MPOBEIeHUST OOPATHOM TPAHCKPUTILIMH.

CaeneHus 0 TIepBUYHOMI CTPYKType reHoB KNOX
u GRF N. tabacum u N. sylvestris 1101y4eHbI 13 0a3bl
nmanHbIX NCBI. IlpaiimMepsl K 3TUM reHaM OBLIU TTO-
JoO6paHbI C MOMOIIIbIO OH-JaiH cepBrca NCBI Prim-
er-BLAST u cunresupoBansl (CuHTON) (TAbM. 1, 2).

I[MomiMmepasHylo LENHYI0 peaklidio B pealbHOM
Bpemenu (I1L[P-PB) mpoBomuiu B TepMoOIMKIIEepe
CFX 96 Real-Time System (Biorad, CILIA). O6pa3ibl
MOArOTaBJINBAIMA CTAaHIAPTHHEIM METOIOM C IIOMO-
IbI0 Habopa peareHTOB ISt mpoBeacHud [1LIP-PB B
npucytctBum Sybr Green (Cunton). Peakiuro ITL[P-
PB mpoBommiam B ogMHAKOBEIX YCJIOBUSIX IJISI BCEX
06pasiosB: 95°C — 5 MuH (aKTHBaLIMs TOJIUMEPA3bI),
nmanee 45 uykios: 94°C —30¢, 5°C —30c¢, 72°C —30c.
Peaxuuio nipoBonuiy B 2—3 mapauiesisax B TpeX I10-
BropHocTsax. I'en GaPDh (LOC107828122), konupy-
ol 06eoK  TIuuepu-3-gocdaTaeruaporeHasy
(glyceraldehyde-3-phosphate dehydrogenase), OBLT
B34T B KauecTBe pedpepeHcHOro reHa. OTHOCUTEIIbHBIIN
YPOBEHb BKCIPECCUN TEHOB PACCUUTHIBAIIU T10 KaJI1O-
POBOYHOI KpuBOM, mmocTpoeHHoit ¢ T P-mponykra-
MM, TIOJTy4YeHHBIMHU ¢ ITpaiiMepaMu K reHy GaPDh.
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T'en I1paiimepnt Konupyewmpslii 610K Accession number

KNATI caa ctc agc gac ctc atg ga Homeobox protein knotted-1 like 1 LOC107781659
tgt tce cat ggg cct tca tc

KNAT2 | cgc cat att ttg gat cgc cg Homeobox protein knotted-1 like 2 LOC107807974
ccg aac aca ccg acg acata

KNAT3  |cgt gtg agg cag gag cta aa Homeobox protein knotted-1 like 3 LOC107787501
agt atc gcc cgg gag ttt tc

KNAT6 | gct gta gca gac geg atg at Homeobox protein knotted-1 like 6 LOC107780680
tct ggt ggt get cct ace tt

LET6 act tcc tec tet gaa tet get ¢ Homeobox protein knotted-1 like LET6 LOC104227253
tgc gca gcea att gac ctt tc

LETI2 agt gca aga gac agg gtt gc Homeobox protein knotted-1 like LET12 LOC107773625
ttt ttc acc tet tte gtt tgc tt

Taomma 3. BaustHue KOPOTKUX IICIITUAOB U I'TMIIMHA Ha pa3BUTUC OroMacChl Kajuiyca 1 pCFGHepaHHOHHLIﬁ IIoTeHIaJl

Tabaka
Bapyair Chlpasi KaJUTyCHasl Yucno pereHepanrtos | [lnomans mmucta KpymHBIX IMnomane mucra
P macca, r Ha 5KCIUIAHT, LT PpEreHepaHTOB, MM PEreHEepaHTOB, MM
KoHtposb 0.222 £ 0.03 7.8 +0.7 6.21 £ 1.0 32104
Gly 0.298 + 0.02 8.5+0.5 12.17 £ 1.4 4.17 £ 0.5
GlyGly 0.423 £ 0.04 9.0+ 0.5 12.72 £ 2.1 4.06 £ 0.6
GlyAsp 0.413 £0.03 9.5+0.5 0 2.52+0.2

AdbdpextuBHocts ITIIP-PB paccuurteiBamm Kak
E, % = (10" — 1) — 100, rue s — yroj HaKJIOHA 3aBU-
CUMOCTU ACCATUYHOrO Jioraprdma 3HaYESHU MOpo-
rosoro uukJia (C,) ot koHueHTpauuu kK IHK. Oddek-
tuBHOCTb 111 P-PB ¢ npaiimepamu K ucciaeaoBaHHBIM
reHaMm 6bL1a 95—96%.

B pa6ote ucrnonb3zoBaHo obopynoBaHue lleHTpa
KoJuiekTuBHOTO TTop3oBaHus BHMUMCBH PAH.

PE3VIIBTATHI 1 OBCYXIEHUWE

VYcranosneno, yro GlyGly, GlyAsp nian Gly ripu
koHueHTpauuu 107 M B cpezie CTUMYJIMPOBAIN KaJl-
JIyCOTeHe3, YBeJIWUYMBAIM MacChl KaJUIyCHOUW TKaHU
TabaKa U pereHepaHTOB U BIUSIM HAa (OPMUPOBaHNE
sucteeB. Ilox neiicTBueM mNenTUIOB Macca pereHe-
PaHTOB M3 KaJUIyCHOM TKaHU CEMSIIOJbHBIX JIMCThEB
Tabaka yBenmauBaiach Ha 35—90% 1o cpaBHEHUIO C
KOHTpoJieM (puc. 1, Tab. 3). DopmupoBaHue TUCTHEB
y pereHepaHTOB Tabaka, BbIpAlllCHHBIX Ha cpele B
MIPUCYTCTBUM IIENTUIOB, HAaYMHAJIOCh Ha 1l-e—12-e
CyT B OTJINYME OT KOHTPOJbHBIX, y KOTOPBIX 3TO Ha-
Oomogaliock TobKO Ha 14-e—15-¢ cyt. CnenoBaTeb-
Ho, GlyGly, GlyAsp n Gly BIUSIOT Ha KJIECTOYHYIO
I depeHIIMPOBKY M BOBJIEYEHBI B (hopMOOOpPa3o-
BaTeJIbHbIE MIpoliecchl y pacTeHuii. Hanbonee akTus-
HbI KaJulycoreHe3 HabJtoancs Ha cpeliax ¢ menTu-
noMm GlyGly. B xoHTpone gepe3 8 cyr ¢popMupoBa-
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JINCh YYACTKU PHIXJIOrO U IUIOTHOTO MOP(OTEHHOTO
KaJlIyca, a TakxKe OTAeJIbHbIe KPYITHbIe MOP(hOTeH-
HbIe 30HbI, COIEePXKaBIIe MHOXECTBO MEJIKUX pere-
HepaHTOB (puc. la—r). B mpucyTcTBUM MENTUAOB B
cpele YBEJIMYMBAIOCH OOILLEE YUCIO PEreHEPAHTOB
Ha 3KCIUIaHT. DPPEKTUBHOCTL pereHepalii 3aBu-
celJia OT UCITOJIb30BAHHBIX TTENITUIOB 1 AMUHOKUCIIO-
1ol (Taba. 3) Ha cpengax ¢ Gly u GlyGly HaGaonanu
o0pa3oBaHUE KPYMHBIX PEreHEepaHTOB C OOJbIION
IUTOIIAABI0 JUCTOBBIX IDIACTUH IO CPAaBHEHUIO C
CpeIHEeCTaTUCTUYECKUMU JIMCTOBBIMU TUIACTUHKAMU
Y KOHTPOJIBHBIX pereHepaHToB (puc. 1, Tadm. 3).
IMno1mank TMCTOBOM TUIACTUHKU Y KPYITHBIX pereHe-
PaHTOB yBeJIMYMJIACH TTIOUTHU BABOE IO CPAHEHMIO C
KOHTpOJIEM, a ¥ pereHepanToB — B 1.3 pasa. B nipu-
cyrcrBuu GlyAsp He ObUIO OTMEUEHO OOpa30BaHUSI
KPYIHBIX JIMCThEB, a pa3Mepbl JIMCTOBBIX TIACTUH
pereHepaHTOB AaXe YMEHbIIWINCH 10 CPABHEHUIO C
KoHTpoJieM modth Ha 30%. TakuMm oGpa3om, Heii-
tpanbHble Gly n GlyGly ctumynmnpyioT oOpa3oBaHue
KPYITHBIX IUCThEB Y pereHepaHTOB TabaKa B OTJINUME
ot kucioro gunentuma GlyAsp.

[NenTraB! M IMLIMH BO3MEMCTBYIOT TAKKe HA POCT
1 pa3BUTHE MPOPOCTKOB Tabaka. Haubosee BbIpa-
XKEHHOe CTUMYJUpYyIollee AeliCTBUE OKa3bIBalOT
GlyAsp u GlyGly, KoTopble 3HAUUTEIIBHO YCKOPSIIOT
pa3BuTHe IIpopocTKOB. B mpucyrctBum GlyAsp u
GlyGly kopHeBas cucTeMa BBITIISIIMT OoJjiee pa3BU-
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(8)

Puc. 1. 28-cyTouHas KaJlycHasi TKaHb Tabaka Nicotiana tabacum L. a — KOHTpoJIb, 6 — TJIMIIUH, B — TIUIWINIUMIIMH, T — T~

IacnaparuHoBast Kuciaora. Macira6: 1 cM.

toit (puc. 2). Ilpu 3ToM IJIMHA TJIaBHOrO KOPHS B
MPUCYTCTBUM MENTUIOB yBeJudmwiack Ha ~40% 110
CpaBHEHHUIO C KOHTpoJieM. XOTS IJIMHA TJaBHOTO
KopHs niox, aeiictBueM GlyAsp n GlyGly 3HauuTe1b-
HO YBEJIMYMUJIACh, OOIIIasi BbICOTA TIPOPOCTKA YBEIU-
qmtack ~15%. Hago oTMeTUTh, 4TO B TIPUCYTCTBUU
JUTICNITUAOB HAOJI0NAIOCh MOSIBJIEHWE HOBBIX JlaTe-
paJIbHBIX KOpHei (puc. 2). Ha (hoHe cHI>KeHUsT BBICO-
ThI TI00era IUIOLIAAb JUCTOBOM INIACTUHKM y Tabaka,
BBIpAILIEHHOTO B MPUCYTCTBUM MENTUIOB, IO CpaBHE-
HUIO ¢ KOHTpoJieM yBeauuwiach B 1.5 paza. B npu-

CYTCTBUU MENTUIAOB MPOUCXOOUT yBeIUYeHHUE OMO-
Macchl IIPOPOCTKOB Tabaka Ha ~40% (puc. 3, Tabi1. 4).
BripaxxeHHast Omosiorndeckasi aKkTUBHOCTb 3THX Be-
1LIECTB IMPU TaKOi HU3KOI KOHLIEHTPALUKU UX B Cpelie
(1077 M) nIpeaIToIOKUTEILHO O0YCIIOBIEHA TEM, YTO
OHH BBITIOJIHSIIOT PETYJISITOPHYIO CUTHAJIBHYIO (DYHK-
MO B KJIETKE.

ITo cpaBHeHuIo ¢ nentuaamu Gly oGyciioBaMBa
MEHee BBIPAXXKEHHBIA CTUMYIUPYIOIIN 3(PdeKT
(Tabi. 4): molaab JMCTOBOM IIJIACTUHKU YBEIUYM-
Jlack B 1.3 pa3a o cpaBHEHUIO C KOHTPOJIEM; BbICOTA

Ta6auna 4. BiusiHue nenTUOOB U INIMIMHA Ha OMOMeTpUYeCKMe TTOKa3aTesIM IPOPOCTKOB TabakKa

BricoTa Mnvna rnasHoro | Jauna Hasemuoit |Ilnomans mucroBoit
Bapuant Cehlpas Macca, T 5
MIPOPOCTKA, MM KOpHS, MM 4acTu, MM [UIACTUHKU, MM
KoHTponb 0.412 £ 0.03 21.6 £ 1.2 124+ 0.9 9.2+0.6 8.91 £ 0.80
Gly 0.440 + 0.03 23.7+ 1.6 148+ 1.1 8910.6 11.78 £ 0.94
GlyGly 0.587 £ 0.04 245+ 1.6 17.9 £ 0.8 6.6 £ 0.5 13.69 £+ 0.68
GlyAsp 0.561 £ 0.04 25.0% 1.5 17.8 £ 1.0 7.2+£0.5 13.20 £ 0.92

MN3BECTHUA PAH. CEPUA BUOJIOT'NMYECKAA
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Puc. 2. 28-cyrouHble MpopocTKM Tabaka Nicotiana tabacum L. a — KOHTPOJIb, 6 — IJIWIWH, B — NIMLIWITIWIWH, T — DIMLIAIAC-

naparuHoBasi KucjoTta. Macira6: 1 cM.

MPOPOCTKA U JJIMHA TJIABHOTO KOPHS YBEIUUYUBAINCH
Ha 10—20 u Ha 10—30% cooTBeTcTBEHHO (Tabi. 4,
puc. 26). OmHako nosiBIeHNEe OOKOBBIX KOPHEI yKa-
3BIBaeT Ha TO, 4To Gly, Kak ¥ AUTIETITUIBI, OKa3bIBAET
CTUMYJIMpYIolliee NelicCTBUE Ha pa3BUTUE KOPHEBOIt
CHCTEMBI Tabaka.

Takum o6pa3oM, CTUMYJIHpPYIOIlIee ACHCTBUE UC-
CJICIOBAHHBIX MENITUIHEIX TpernapaToB u Gly corpo-
BOXXIAETCS ITOSIBJICHUEM TOIIOJHUTEIILHBIX KOPHEI,
JIMCThEB, 0Opa3zoBaHuEeM 0oJjiee Pa3BUTOI JIMCTOBOIA
IUTACTUHKM TI0 CPaBHEHUIO C KOHTPOJIEM U B PE3yJib-
TaTe YBEJIMYCHUEM OOIeil OmomMacchl HpPOpPOCTKA
(puc. 3, Tabmn. 4).

OOHapyxeHHe (HU3MOJIOTMIECKOl aKTUBHOCTHU Y
W3YYEHHBIX MENTUIO0B (MHAYKIIMSI (opMOOoOpa3oBa-
HUSI, CTUMYJISILIUST POCTA KaJIJTyCOB, JIUCTHEB, a TAKXKe
yBeJIMueHe GMOMACCHI KaK y pereHepaHTOB U3 KaJl-
JIYyCOB, TaK M y MPOPOCTKOB Tabaka) IMOOYIMIIO HaC
U3Y4YUTh IKCIPECCUI0 HEKOTOPBHIX T€HOB CEMEICTB
KNOX n GRF, xonupyiomux (aKTopbl TPAHCKPUII-
MM U OTBEYAIOIIMX 3a KJIETOUHYIO0 nuddepeHIr-
POBKY U 00pa3oBaHUE JUCThEB.

®akTopsl peryisiiuu pocta (GRF) B pacTeHusix —
creundunyeckue GakTopbl TpaHCKpHUIIUK. OHU UT-
pajy BeIyIIyIo pojb B pocTe cTe0sI, popMHUPOBaHUM
JIUCThEB, LIBETKOB U CEMSTH, Pa3BUTHUU KOPHEN 1 B KO-
OpIMHAIINM TIPOIIECCOB POCTAa B HEOJIAroNpUSITHOMN
cpene (Omidbakhsfar ef al., 2015). BriepBoie reH GRF
Oob11 uaeHTUULIMpoBaH y puca (OsGRFI) v urpan
PETYIIATOPHYIO POJIb B 3JIOHTAIIH CTBOJIOBBIX KJIETOK,
uHayLnupoBaHHoit rub66epewmHoM (GA) (Van der
Knaap et al., 2000).

HenaBHO ObUIM OTKPBITHI U OXapaKTepU30BaHbI B
N. tabacum renwnl cemeiictBa GRF (Zhang et al., 2018).
V 6enKoB, KogupyemMx reHaMu cemeiictsa GRF, pas3-
JINYAJIUCh MOJIEKYJISIpHBIe Macchl (24.4—65.4 x]la).
D1 O6eJIKM o0Nagan pa3IudHbLIMU (PU3UKO-XUMU-
YEeCKMMHM CBOMCTBAMM, a UX (PYHKIIMUA B HACTOSIIEe
BpeMsl He orpeeseHbl. [IpearnonaraeTcs, 4To reHbl
ceMeiicTBa GRFyJacTBYIOT B OTBeTax Ha GMOTUIECKIE
u abuotndeckue crpeccopsl (Zhang ef al., 2018).
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ITouTtn y Bcex reHoB ceMeiicTBa GRF oTMeUYeH BhI-
COKUIT YPOBEHb BKCIIPECCUHM BO BCEX TUITAX aKTUBHO
pacTyluux TKaHeil (Halpumep, ImpopacTaioiiue ce-
MeHa, KaJUIyC ¥ IBETOYHBIe ITouKu). [ Bcex GRF
XapaKTepeH OTHOCUTEJILHO 0oJiee BEICOKUI YPOBEHb
TPAHCKPUMLIMKU B MOJIOABIX JIMCTBSIX, YeM B 3PEJIbIX
JIACTBSIX. DTO CBUICTEIBCTBYET O TOM, YTO GRF B oC-
HOBHOM (DYHKIIMOHUPYIOT Ha paHHMUX CTaAUSIX POCTa
un pasputus auctbeB (Kim, Kende, 2004). OgHako
GRF3, HampuMep, XapaKTepu3yeTcsl 60jiee BHICOKOM
KCIIpeccueil B IUCThIX U cTeOsIX, a GRF4 — B Kop-
HSIX, T.€. 9TU I€HbI MOTYT OBITh CBSI3aHBI C PETYJISIIN-
el pocTa 1 pa3BUTUS STUX OPTaHOB.

I'ensr GRFI, GRF2wu GRF3 w3 Arabidopsis thaliana
TMEeMCTBYIOT KaK PeTyIaTOPhI KIIETOYHOI mposmdepa-
1K Bo Bpems pa3BuTus auctheB (Kim, Lee, 2006).
Bricokuit ypoBeHb aKkcripeccun GRF4 Koppenupyert ¢
yBeJIMYEHMEM OOIIel OMOMAacChl U pa3MepPOM CEeMSIH

: W
I
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Puc. 3. Cripast Macca pereHepaHTOB U IIPOPOCTKOB Nico-
tiana tabacum L. TIpu BeIpalllUBaHUM Ha cpenax 0e3 U B
npucyrcTBuu 107" M mMuMHa M MenTUAOB. 8 — KOH-
TPOJib, 6 — IJIMLIMH, B — IMUWINIMIYH, T — IIMLWIacna-
paruHoBast Kucyiota. / — mpopocTKu Tabaka, 2 — pereHe-
PpaHTBI U3 KaJUTyCHOI TKaHU Tabaka.
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GRF1I

GRF3

OTHOCHUTENBHBII YPOBEHD DKCITPECCUN

(@) © (8) (r)

m/

DOEAJOPEEBA wu np.

161

GRF2

GRF4

(@) (©) (8) (r)

2

Puc. 4. Okcnipeccusi reHoB GRE a — KOHTPOJIb, 6 — IMLIKH, B — NIMUWITIMLIVH, T — JIMLIWIacnaparnHoBast Kucjiaora. [ — pe-
TeHEepaHThl U3 KAJUTYCHOM TKaHU TabakKa, 2 — MPOPOCTKM Tabaka; Iisi puc. 4 u 5.

U TIPUBOAMT K YBEJIMYEHUIO 00I11Ieil MacChl 1 pa3Mepa
ceMsH (Van Dacle ef al., 2012). GRF4 B A. thaliana
Y4acTBYET HE TOJIBKO B ITposndepann KJIETOK B JIA-
CThSIX, HO U B SMOPUOHAJIBHOM Pa3BUTHU CEMSIIOJIEN
n Mmepuctemsl (Kim, Lee, 2006).

st Tabaka y 4eThIpeX TeHOB (DAKTOPOB PEryJsi-
nuu pocta (GRF) Obutn orpencieHbl KOOUPYeMbIe
MM 0esku (TadJ. 1). DToT pakT ornpenean BbIOOp re-
HOB, 9KCIIPECCUIO KOTOPBIX BaXKHO M3Y4YUTh IIOJI ICii-
CTBUEM NEeNTUAOB. Bee 6enku, KonupyeMble UCCIIemy-
€MbIMM HaMU TeHaMU, cBsi3bIBatoTcs ¢ JIHK (Tad. 1).
BOto JIHK-anypuHoBasi/anupuMuadHOBas Jurasa
(GRF1), AHK-Tommonzomepaza 3o (GRF2), 3',5"-3k-
3onykiaea3a (GRF3) u snnonykieasa 8 (GRF4).

HaHHbIe 00 3Kcrpeccuu reHoB GRF'y pereHepaH-
TOB U y HPOPOCTKOB Tabaka, BbIPAIIEHHBIX KaK B
NPUCYTCTBUM KOPOTKUX ITENTHUIOB, TaK U 0e3 HMUX,
MpeACTaBIeHbI Ha puC. 4. YPOBEHb 9KCIIPECCUU TEHOB
ceMeiictBa GRF B mpopocTKax 3HAUYUTEILHO HIKE,
yeM B 00pa3ylolIMXCsl pereHepaHTax M3 KaJlJIyCHOM
TKaHu. Kak OoTMeYeHO BBIIIIE, BCE U3BECTHBIE T'€HBI
ceMmelictBa GRF 6oJiee aKTUBHBI U UMEIOT OOJiee BbI-
COKUIT yPOBEHDb DKCIPECCUU B MOJIOJBIX pa3BUBalO-
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IIUXCSI PAaCTEHUSIX, OCOOEHHO B JIMCThSIX. BeposTHO,
3TOT (paKT MOXKHO OOBSICHUTH TEM, UTO JIMCThS 4-He-
JIeJIbHBIX IPOPOCTKOB ObLIN O0JIee Pa3BUTHI, YEM JIU-
CThsI 4-HeJeIbHBIX pETeHEePaHTOB M3 KaJlIyca.

IMentunbr 1 Gly MomaBisIIOT 3KCIPECCUIO T€HOB
GRF2 u GRFI B pereHepaHTaxX 13 KaJUIyCHON TKaHU
Tabaka, HO YBEJIMUMBAIOT 3KCIIpeccuio TeHOB GRF3 u
GRF4 (puc. 4). GlyGly u ocobeHHo GlyAsp yBeauuu-
BalOT 3KcIpeccuto reHa GRF4 moutu B 4 pasza 1o
CPaBHEHUIO C KOHTPOJIEM.

HelicTBUe MENTUAOB Ha 3KCIIPECCUIO T€HOB Cce-
MeiictBa GRF B TIpopocTKax Tabaka OTJIWYaeTcsl OT
NeiCTBUS TIeNTUIIOB B pereHepaHTax. Tak, MenTUlIbl
n Gly 3HAYUTEIILHO YBEJIWYMBAIOT SKCITPECCHUIO Te-
HOB GRF3 n GRF4 B ipopocTKax Tabaka, a 9KCIpec-
cus reHa GRF2 npakTU4YecKu He U3MEHsIeTCs B Mpu-
CYTCTBUU 3THUX IperapaToB. DKcnpeccust reHa GRF1
B npucytctBuu GlyGly u Gly Takke He MeHsieTcsl,
ogHako B npucyTrctBuu GlyAsp oHa yBeIU4uBaETCS
mouTHu B 2 pa3a. MI3BecTHO, YTO MaKCUMAJILHBINA YPO-
BeHb 9Kcnpeccuu reHa GRF4 HaGmomaeTcss B KOPHSIX
(Kim, Kende, 2004; Kim, Lee, 2006). B 4-Henemnn-
HBIX pereHepaHTax (opMUpOBaHNE KOPHEW TOJBKO
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HauyMHaeTcs, a Y 4-HeIeJIbHBIX IIPOPOCTKOB Tabaka
KOPHM YK€ Xopolllo cgopMupoBaHbl. BeposiTHO,
STUM MOXHO OOBSICHUTb U TO, UTO aKTUBHOCTb I'eHa
GRF4 B pereHepaHTaxX BBIIIIE, YeM B IIPOPOCTKAX, N
JUMENTUIBI ee ellle OObIlle aKTUBUPYIOT.

Takum o6paszom, GlyGly, GlyAsp u Gly BiustiorT
Ha 3KCIIPECCUIO TEHOB, KOIUPYIOLIUX OeJIKU (haKTo-
POB peryJsiiuu pocta. He MCKIII09eHO, YTO ITeNTUIbI
MOTYT CBSI3BIBAThCS C O€JIKaMU, KOIUPYEeMbIMU T'e€Ha-
MU ceMeiicTBa GRF, 1 HeNOCpeACTBEHHO y4aCcTBOBATh
B peryysiumu pocta. M3BectHo, uro Gly 1, BEeposITHO,
GlyGly npeanmouTuTeIbHO CBSI3BIBAIOTCS C OCTaTKa-
MU IIUCTEWHA MTOJOOHO CBSI3bIBAHUIO IVIMIIMHA C IU-
CTEMHOBOM TIETJIEM, PACIIOJOXEHHOM HA KOHILIE IJIU-
LIMHOBOTO pelienTopa y XknuBoTHBIX (Lynch et al., 2017),
a oTpuLaTeIbHO 3apsKkeHHbIN nentua GlyAsp nipen-
IMOYTUTEIIFHO CBSI3BIBAETCSI C MOJIOXUTEIbLHO 3apsi-
KEHHBIMU OCTaTKaMM JWU3MHA WJIM apTruHUHA. MBbI
HaOJII0JaJIM pa3HOE BO3MICHICTBYE HA pa3BUTHE Tabaka
HenTpanbHbIX Gly n GlyGly u oTpuiiateabHoO 3apsi-
xenHoro GlyAsp. Ecimu neittpanpubie Gly n GlyGly
B HauOOJIbINIEN CTENIEHU YBETMUMBAIOT OMOMacCy pere-
HEpaHTOB 13 KaJUTyCHOI TKaHM Tabaka, To GlyAsp mpe-
MMYIIIECTBEHHO YCWIMBAET POCT MPOPOCTKOB TabaKa.

bruto o6HapykeHO, 9TO 0K, KOTUpyeMble TeHa-
MU GRF w3 sumens Hordeum vulgare MOTyT IeiicTBOBaTh
KaK pernpeccopbl, CBSI3bIBASICb C UHTPOHHOM TMOCeI0-
BaTeabHOCTBIO TeHa Knotted3, a AtGRF4, AtGRF5 n
AtGRF6 us A. thaliana penpeccupyioT IIpOMOTOP-
HYI0 aKTUBHOCTb reHa Knotted2 (KNATZ2) (Kuijt et al.,
2014). Dt maHHBIE AEMOHCTPUPYIOT, YTO TpaHC-
kpurinoHHble ¢dakTophl cemeiictTB GRF Knotted
(KNOX) B3auuMoIeiiCTBYIOT MEXKIy COOO0I 1, CBSI3BI-
BasiCh C TOI WJIM MHOI MOCIeA0BaTEIbHOCTbIO TEHOB
ceMeiictBa KNOX, peryaupyroT UX aKTUBHOCTb.

benku xnacca KNOTTEDI—like homedomain
(KNOX) — kpuTHUYeCKHMME PeryjsiTopbl romeocTasa
CTBOJIOBBIX KJIETOK B IIPOPOCTKax pacTeHuil. [ eHamu
KNOXxonupytotcst (paKTOpbl TPAHCKPUIILIM, KOTOPHIS
YYaCTBYIOT B OCTAHOBKE KJIETOYHOM AuddepeHIIIPOB-
KU B allMKaJIbHOM 30HE IIPOPOCTKA, OHM MACHTU(MDUIIN-
pOBaHHBI Y BceX OMHO- 1 ABYIOJBHBIX pacTeHuii (Lynch,
2004). Okronunueckas skcrpeccuss KNOX-TreHoB y pas-
JIMYHBIX PACTEHUI BBI3BIBACT JIpaMaTHYSCKUE U3ME-
HeHMS B MOP(OJIOTUHN JIUCTHEB 1 LIBEeTKOB (Srinivasan
etal., 2011).

CewmeiictBo TeHOB KNOX nenuTcsi Ha KJacChl
KNOXI n KNOX2. I'enom Arabidopsis conep>KUT 4eThI-
pe reHa kimacca KNOXI: SHOOT MERISTEMLESS
(STM), BREVIPEDICELLUS (BPvmu KNATI), KNAT2
u KNAT6. Dt TeHBl y9aCTBYIOT B Pa3IMYHBIX IIPO-
1ieccax pa3BUTUS PACTEHUSI U HA Pa3HbIX CTAAUSIX UX
pasButus. Tak, reH STM s3KcrpeccupyeTcsl Ha cTa-
I paHHEero sMOpuoreHesa, U ero 3Kcrpeccusi 0o-
HapyXMBaeTCsI BO BCeX 30HAX MmepucTtembl (Zhang,
Rongming, 2014), ren KNAT6 3kcripeccupyercst Ha
CcTaiuyd 3MOPUOHAJIbHOTO Pa3BUTHUSI, U €r0 MaKCH-
MaJIbHBII YPOBEHb DKCIIpecCur OOHapyX1BaeTcs 10
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Bcell rpanuiie MepucteMbl (Long ef al, 1996). BP
MMeeT MaKCUMAaJIbHBIN YPOBEHb BKCIIPECCUU B MOCT-
aMOpUOHANILHLIN TiIepuoa B MepucteMme (Belles-Boix
et al., 2006). YBenuueHue skcrapeccun reHa KNAT2
MIPOUCXOAUT B IIEPUO IMOPHUOIreHe3a, B OCHOBHOM B
eHTpe mepuctemsbl (Byrne ef al., 2002). YBenuueHue
sKcrpeccun reHa STM mpuBoIMT K 0ojiee paHHEMY
(OpMUPOBAHUIO JHCTHEB B KAJUIYCHBIX KYJBTypax.
Monynsiumst aktTuBHOCT KNOX 1 BBI3BIBaeT pa3HOO0-
pasue (opM IMCTHEB LIBETKOBBIX pacTeHMi. DyHKIIN-
OHaJIbHOE pa3nuuue Mexnay reHamu KNOXI n
KNOX2 ocHOBaHO Ha TOM, 4YTO 3KCIIpeccusl TeHa
KNOX] orpanmdeHa MeHee nuddepeHINPOBaHHBI-
MU TKaHSIMU, Torna Kak reHbl KNOX2 sKkcrpeccupy-
I0TCs KaK B IM(PGhepEeHUMPYIOLIMXCS TKaHAX, TaK U B
chopMUPOBABIINXCS OpraHax (IIBETKaX M COLIBETH-
sax) (Dockx et al., 1995). NUMerotcst noka3zaTeabCcTBa
B3aMMHOTO ITOJaBJIeHUs dKcnpeccuu reHoB KNOX]
n KNOX2 (Hay, Tsiantis, 2010). I'en KNAT3 'y Arabi-
dopsis konupyeT -rmokoyponunasy (GUS) u oTHO-
cutcs K knaccy KNOX2 (Serikawa, et al., 1997). I'en
KNAT3 akTnBeH TOJBKO B TKaHSIX chOpMUpPOBABIIIEC-
rocst KopHs (Truernit, Haseloff, 2007).

Brepsoie renbl LET6 v LET 12 6b1IN 0XapakTepy-
30BaHbl Y ToMata Solanum lycopersicum (Janssen et al.,
1998). I'en LET6 6bn1 oTHeceH K Kiaccy KNOXI, a
red LETI12 — x xnaccy KNOX2. Ilomararor, 9T0 T€H
LET6 nono6en reny STM u3 Arabidopsis, a ero 3Kc-
MPECCUIO CBSI3BIBAIOT ¢ (DOPMUPOBAHUEM JIaTepallb-
HBIX opraHoB. BreistBiieHo, yro ren LET12 skcnpec-
CUpPYeTCsI BO BCEX TKaHSIX Pa3BUBILIETOCS PACTCHMUSI.

GlyGly, GlyAsp u Gly BIUSIIOT Ha 3KCIIPECCHUIO T'e-
HOB ceMeiictBa KNOX B pereHepaHTax U IMPOPOCTKAX
tabaka (puc. 5). 'ennl cemeiictBa KNOX, oTBeyaronye
3a 1UPPEepeHLIMPOBKY JIUCThEB U OTHOCSIIIINECS K ce-
meiictey KNOXI, B pereHepaHTax IIPOSIBISIIOT OoJiee
BBICOKMIT YPOBEHb SKCIIPECCHMU, YeM B ITPOPOCTKAX.
DTO CBUIETEILCTBYET O IIpolieccaxX, CBSI3aHHBIX C
dopMHupoBaHNEM JIUCTHEB, KOTOPHIE ITPOUCXOMAIT Y
00pa3yIoIMXcs peTeHePaHTOB.

YpoBeHb aKcrpeccnut TeHoB KNAT2wu LET6y pe-
TeHepaHTOB U3 KA/UTyCHO TKaHU TabaKa IO BIUSHUEM
TIETITUAOB M3MEHSIETCSl He3HayuTeNbHO. [IpucyrcTBure
IUTISTITAIOB Y TIIMIIMHA B Cpelie Tl KYJTBTUBUPOBAHIIST
MMPOPOCTKOB TIPUBOIMIIO JaXKe K YMEHBIIIEHUIO YPOBHS
BKCIPECCUM 3THX reHoB. B mpopoctkax Tabaka GlyGly
n GlyAsp mHrnoupyior a3kcrpeccuio rena KNAT2 B
2—3 pa3sa, a skcnpeccus reHa LET6 nogaBisercs B
MIPUCYTCTBUH BCEX MCITOIb3YEeMbIX TIpernapaToB. Kak
W3BECTHO, BBICOKMI YpPOBEHb 3KCIIPECCUHM TEHOB
KNOX] Br13bIBacT 00Jice paHHIO IUddepeHINPOB-
Ky JTUCTbeB Y A. thaliana (Srinivasan et al., 2011).

B npucyrcTBUM NENTUIOB U DIMIMHA (POPMUPO-
BaHUeE JIUCThEB Y PETeHEePAHTOB 13 KaJUTYyCHOM TKAaHU
Tabaka HauyMHaeTcsd Ha 4—6 cyT paHblile, YeM Yy KOH-
TPOJILHBIX BapuaHTOB (JaHHbIE HE IIPUBEICHBEI).
MOXHO TIPeANOJ0XUTh, YTO IUIENTUALI MOTIJIH
WHULIMAPOBATh O0JIee paHHIOI SKCIIPECCUIO STUX Te-
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Puc. 5. Dkcnpeccust reHoB KNOX.

HOB B IMPOPOCTKaX Tabaka 1 K YeTbIpeM HellesIsIM pas-
BUTUSI TIPOPOCTKA IKCIIPECCHUSI ITUX TEHOB YMEHbIIIa-
nack. B mpucyrctBum Gly 1 ocooenno GlyGly 3Haun-
TEeJIbHO YMeEHbIanach 3Kkcrapeccusi reHa KNATI y
pereHepaHTOB M3 Ka/UTycHOil TKaHM. Harmpotus,
GlyAsp 3HAUMTEJIPHO YCWIMBACT 3KCIIPECCUIO TeHa
KNATI y perenepanToB. JlelicTBHE 3THX IPeIapaToB
Ha akcnpeccuto reHa KNAT1 y mpopocTKOB Tabaka
UMeeT NIPOoTUBONOJIOXHBIN XapakTep: GlyGly u Gly
HeMHOTO (Ha ~10%) yBeIMUYMBAIOT KCIIpECCHUIO, a
GlyAsp yMeHBIIIAeT e¢ ITo4TU B 2 pasa.

Ilo cpaBHeHMIO ¢ pereHepaHTaMU YPOBEHb 9KC-
npeccuu reHa KNAT3 B ipopocTKax ObLT BhILIE OoJee
yeM B 2 pa3a. DTH JaHHBIE COTIACYIOTCS C pe3yIbTaTa-
MU, CBUIAETEJbCTBYIOIIMMU O TOM, UYTO DKCIPECCHUS
reHa KNAT3, KoTtopblii oTHOCUTCS K Kilaccy KNOX2,
nMeeT 0oJjiee BBICOKUIA ypOBEHb B Pa3BUBAIOLIMXCS
KopHsx (Serikawa et al., 1997). YpoBeHb aKcnpeccuu
reHoB KNAT3 B pereHepaHTaxX CyIIECTBEHHO 3aBUCUT
OT TIPUCYTCTBUS MENTUIOB U IIIULIMHA B CpeJie, a IO/
WX BIUSTHAEM OH MOXET YBEJIMUYUBAThCI B 3—5 pa3 n
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0oJiee o cpaBHEHUIO C KOHTpoJieM. Takoe Bo3pacTta-
HHe ypoBHs aKcrnpeccuu reHa KNAT3, BeposiTHO,
MOXET CIOCOOCTBOBaTh 0OoJjiee paHHEMY Pa3BUTHUIO
KOPHEBOI CUCTEMBbI Y pereHepaHTOB. JleiicTBUTEIIb-
Ho, rion neiictBueMm Gly u GlyGly, a takke GlyAsp B
KaJutycax HaOJiroaajaochk 0ojiee paHHee oOpa3oBaHuE
KOpPHEI ITO0 CpaBHEHUIO C KOHTPOJIEM.

Bkcrnpeccust reHa KNAT3 KaK B pereHepaHTax U3
KaJUTyCHOI TKaHM, TaK M B IIPOPOCTKAaX YBEIMUIMBACT-
cs1 ox neiictBueM GlyAsp. Ilon BmustnHuem GlyAsp B
IpopocTKax Tabaka sakcrpeccusi reHa KNAT6 ymeHb-
maetcs. Jumentuabl 1 Gly IpakKTU4eCcKy He BIUSIOT
Ha ypoBeHb aKcrpeccun reHa LET12 B ipopocTKax
Tabaka, OJJHAKO B pereHepaHTaX dKCIPeCcCHsl JTaHHO-
ro reHa IoBBIIIAachk B 1.5—2 pas3a mo CpaBHEHMUIO C
KOHTPOJIEM.

Takum obpaszoM, reHBI ceMmeiicTBa KNOX akTUBHO
Y4YacCTBYIOT B Pa3BUTUM PETEHEPAHTOB U3 KaJUIyCHOM
TKaHU U POCTe MPOPOCTKOB Tabaka, B (popMUPOBaHUN
mmctbeB U KopHeit. GlyGly, GlyAsp u Gly Biusitor Ha
¢dopMrpOBaHUE IUCTHEB Y PETEHEPAHTOB U3 KAJLUTyCHOM
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TKaHU Tabaka (puc. 1), 9TO COIMPOBOXIAETCS MOMYJISI-
1IMei ypOBHSI KCIIpeccuu reHoB ceMelictBa KNOX]1
(puc. 5). B npopoctkax Tabaka, y KOTOPbIX ILTOIIAAb
JIMCTOBOM IJIACTUHBI OOJBIIE, YeM Y PEereHEpaHTOB,
GlyGly, GlyAsp u Gly maxe MHIMOMpOBaIM DKC-
npeccuto reHoB cemeiictBa KNOX 1. OqHako ypoBeHb
skcripeccun reHa KNAT3, oTHocsIerocss K Kjiaccy
KNOX2, y Hux yBeTU4uBaJjcsl B IpUCYTCTBUU JUTISTI-
TUAOB W TIMIUHA B 3—5 pa3, 0COOCHHO B IPUCYT-
ctBun GlyAsp. BepossTHO, 3KcIpeccust 3TOro reHa
WHULIMKUPOBajach Ha Oojiee MO3MHUX CTaaUsIX pa3Br-
THUSI IIPOPOCTKOB. AKTUBHOCTb 3TOr0O T'eéHa, BO3MOX-
HO, CBsI3aHAa ¢ 00pa30BaHMEM JIaTEPATbHBIX KOPHEH y
MIPOPOCTKOB, YTO MBI 1 Habonanu (puc. 1, Tadi. 4).

B HacTos1ee BpeMsI MOJICKYJISIDHbIE MEXaHU3MBbI
OTMEUEHHO PEryJIsiiM 3KCIIPECCUM T€HOB I10]I BO3-
nevicrBueM GlyGly, GlyAsp u Gly e1ie HeM3BeCTHBI.
DTU BellecTBa, HAIpUMEpP, MOTYT CBSI3bIBATLCS C
CUTHaJIbHBIMM O€JIKaMH 1 Yepe3 HUX BO3IEeICTBOBAaTh
Ha DKCIIPECCUI0 TeHOB. BO3MOXHO, YTO MOJ00HO
JIPYTM KOPOTKUM OMOJIOTUYECKU aKTUBHBIM ITETITH-
maM (XaBuHCOH u Ap., 2011) GlyGly, GlyAsp n Gly
MOTYT HamlpsIMyIO CBSI3bIBAaThCS C IIPOMOTOPHOI 00-
JIaCTBhIO T€HOB U BIIUIeHETUYECKM KOHTPOJUPOBATH
SKCIIPECCUIO TEHOB IyTeM OJIOKMPOBAaHSI METHIMPOBA-
HUsI IpoMOTOpoB. ITo-BuanMomy, perymisiius SKCIpec-
CHH TeHOB KOPOTKMMM NEITUIAMU UMEET SITUTCHETH -
4yecKyro Ipuponay. He nckimodeHo Takke, 9TO ITeNTUAbI
MOTyT B3ammMoneiictBoBaTh ¢ N-u C-KOHIIEBBIMU I10-
CJIeIOBATEJIbHOCTSIMIA THUCTOHOB B XpOMAaTHHE, OJIOKM-
pysa nx depMeHTaTMBHYI0O MomMpuKaimio. Ilenmumos
MOTYT TaKKe B3aMMOAEMCTBOBATh C KOPOTKUMU WH-
tepdepupytomumu PHK (siRNA), Tem cambIM Tipe-
naTcTBY4 cBsa3biBaHMI0 PHK ¢ reHamu.

M3 nonyyeHHbIX HaMU pe3yJIbTaTOB CJIEAYET, YTO
nunentuasl 1 Gly okasbiBaloT 3aMeTHOE BIIMSIHUE Ha
POCT Y pa3BUTHE PETEHEPAHTOB U MPOPOCTKOB Tabaka,
MPUYEM XapaKTep UX JEUCTBUSI B pET€HEPaHTaX U MPo-
pOCTKax HeoAWHaKOB. D(MGHEKTUBHOCTb PETYISILIMU
BKCIIpeccuu reHoB ceMeiictB GRF nu KNOX 'y pereHe-
PaHTOB M Yy TMPOPOCTKOB MCIIOJIb30BaHHBIMU HaMu
areHTaMM pas3inyHa. TakuMm oOpa3oM, aHaJIOTUYHO
IPYTM KOPOTKHM 3K30TeHHBIM ITentrnaM (PemopeeBa
u ap., 2017) nunenmunsl GlyGly, GlyAsp 1 aMMHOKMC-
Jota Gly o01ana0T BbIpaXkeHHOM (DU3MOJIOTMYECKOM
AKTUBHOCTBIO Y MOTYT OBITh OTHECEHBI K 3(h(peKTUBHBIM
peryJsiTopam pocta U pa3BUTHSI PACTEHUIA.

Astopsl Onaropapat .M. Anekceesa u A.B. Ky-
3y0OBa 32 CUHTE3 MpaiiMepoB.

Pa6ora BbIIONHEHA NO roc3agaHuio AAAA-A17-
117091460012-8 m mpu yacTUIHON (DMHAHCOBOW TIOA-

nepxke Poccuiickoro Hayunoro ¢poxma (Ne 14 50 00029)
u POOU (rpant 18-016-00150).
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Dipeptides and Glycine Modulate Growth, Development and Gene Expression
in Seedlings and Regenerants of Tobacco Plants Nicotiana tabacum L.

L. I. Fedoreyeva'-2#, N. V. Kononenko!, E. N. Baranova!, T. A. Dilovarova!,
E. A. Smirnova’-3, and B. F. Vanyushin'-2

! All- Russia Research Institute of Agricultural Biotechnology, Russian Academy of Sciences,
ul. Timiryazevskaya 42, Moscow, 127550 Russia

2Belozersky Institute of Physico-Chemical Biology, M.V. Lomonosov Moscow State University, Moscow, 119991 Russia

3Lomonosov Moscow State University, Biology Department, Moscow, 119234 Russia

#e-mail: iab@iab.ac.ru

Glycine (Gly) and dipeptides glycilglycine (GlyGly), glycilaspartic acid (GlyAsp) in concentration 10~/ M in
the medium stimulate essentially growth and development of tobacco (Nicotiana tabacum) calli. GlyGly,
GlyAsp and Gly influence the cell differentiation and morphogenic processes in calli. They stimulate forma-
tion and growth of leaves and roots. Peptides modulate expression of the KNOX and GRF family genes that
are known to be responsible for cell differentiation and coding for transcription factors. Profiles of induction
or repression of gene expression by one and the same peptide in tobacco callus and seedling are different.
Thus, GlyGly, GlyAsp and Gly are the regulators of plant growth and development. It seems that their action
has signaling character and probably an epigenetic nature mainly.
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