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QDu3uonozuueckue QyHKuuu ayKcuHos u
UUMOKUHUHOB

B Hacrosiee BpeMsi H3BECTHO LIECTh IPYII
COCIMHEHHH, 00IaJa0InX ayKCHHOBOW aKTHBHO-
ctbi0. Cpean HUX HauboJiee U3y4eHHBIMU SIBIISIOT-
Csl TPUPOJHBIM AayKCHH — WHIOIHI-3-YKCyCHas
kucnota (MYK) u cunTeTnueckue aykCUHBI — HH-
JonuiaMacisHas,  HapTWIyKcycHas u  2,4-
nuxiopdenokcuykcycHas (2,4-/1) kucmoTel. Ayk-
CHHBI, CHHTE3WpPYyEeMble B TKaHIX ameKca Hal3eM-
HBIX OpPraHoOB, TPAHCIOPTHPYIOTCS MO (IIo3Me aK-
THBHO W TOJIIPHO B amekc KopHs. Ux neiictBue
CBA3aHO C PACTSIKEHHEM M Pa3MHOKEHHEM MepH-
CTEMAaTHYECKUX KIIETOK, a TAaKXKe C SIBICHUEM allH-
KaJIbHOTO TOMHUHHPOBAHHUSA, B PE3yJIbTAaTE KOTOPO-
ro BepXylleyHas MOoYKa JOMHUHUPYET B POCTe, a
pocT OOKOBBIX TOYEK WHruoupyercs. B Hamzem-
HBIX OpraHax HaOmogaercss Oa3uIleTaIbHbIH
TpaHncnopt aykcuHa (Lomax et al., 2001) n Hakor-
JIeHHE ayKCHHA B alleKce MOXKET MPOUCXOIUTH 3a
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CYET €ro TPAHCIOPTa M3 MOJIOJBIX JTUCTHEB U JIH-
cToBeIX IpuMopaueB (Ljung et al., 2001).

HuToknHUHBI OOHApYy>KEHBI B KJIETKaxX pas-
JUIHBIX OPTraHU3MOB. 32 CIIOCOOHOCTH MHAYITUPO-
BaTh JeJIeHHE KJIETOK pacTeHWH (UUTOKHHE3) STH
OPUPOAHBIE M HMCKYCCTBEHHO CHHTE3MPOBAHHBIC
COEJIMHEHMs TOJIy4WIN Ha3BaHUE [IMTOKMHUHOB. B
HacTosmee BpeMs n3BecTHo okono 200 Takux co-
€AMHEHUH KaK NPUPOIHOTO, TAK U CHHTETUYECKOTO
npoucxoxaeHus. Hanbonee nzBecTHeie u3 HUX: 6-
bypbypunamuHonypus (KWHETHH), 3€aTHH, O-
oensunamuHonypus (BAII). LlutokuHuHBI cuHTe-
3UPYIOTCS B alleKce KOPHS U TPAaHCHOPTUPYIOTCA B
KOpHE TI0 KCWJIEME HETOJISIPHO M MACCHBHO CHHU3Y
BBepx. OHM CHUMAIOT ayKCHMHOBOE AalHKalbHOE
JOMUHHMPOBAHHUE, BBI3bIBAsl Pa3BUTHE CTEOJIEBBIX
MOYEeK U BETBJICHNE TTOOETOB.

KomOuHanys nUTOKMHUHOB ¢ ayKCHHOM Be-
JeT K TMepexojay KIeTOYHOro aeneHus K audde-
pennupoBke. OOHapyXeH aHTarOHUCTUYCCKUN
3¢ deKT AelCcTBUS ayKCHHA U HUTOKMHUHA HA POCT
U OpraHoreHe3 B KYJbType TKAHEW pacTeHUi
(Skoog, Miller, 1957). DToT aHTarOHW3M MPOSIBIIS-
eTcsl B KOPHSX P alMKAIBHOM JOMHHUPOBAHUU.
B Teuenue mHMIMANNY U TOAAEPKAHUS KOPHEBOM
anMKaTbHONH MEPHCTEMBI [IMTOKHMHUHBI M ayKCHHBI
(YyHKUMOHUPYIOT KaK AHTarOHUCTBI, NEHCTBYS B
pa3nuuHBIX 30HaX MepucTtembl (Moubayidin et al.,
2009). AyKCHH HaKaruIUBaeTCs B KOHYMKE KOPHS
anMKaTbHOH MEpPHCTEMBl U TOAJEPKUBACT JieJie-
HHE KJETOK, a LUTOKMHHMH JEHCTBYeT MEXIy
IIPOKCUMAJIbHOW MEpPUCTEMOM U 30HOU pacTsike-
HUSI M CBA3aH C MEPEXO0AO0M KIIETOK OT AEJICHHUS K
muddepernrporke (Moubayidin et al., 2009). O6-
paboTka pacTeHWi apabuaoICcHca 3K30TEHHBIM
AyKCHHOM HWHTHOUpyeT OHOCHHTE3 IIMTOKHMHHUHA
(Nordstrom et al., 2004). OgHako HE HCKIIOUYCHO,
YTO B JPYIUX Cilydasx (anuKajabHas MepucTeMa
HaJ3eMHBIX OPraHoB) STH TOPMOHBI MOTYT Jei-
CTBOBaTh CHHEPTUYECKH, B3aUMHO YCHIIMBas -
(hexThl pH ONIpENeICHHON KOHLIEHTPAIluU U COOT-
nomennn (Chandler, Werr, 2015).

Peanmzarus 3 hekToB TUTOKUHUHOB, KaK 1
Ipyrux (UTOrOPMOHOB, MPOMCXOJUT MyTEM TPaH-
CAYKIMHM CHUTHAJIIOB B TEHETHYECKHH ammapar u
BIIMSHUSL Ha 3KCIIPECCHUI0 COOTBETCTBYIOIIMX Te-
HOB. Y apabumoricuca MATOKHHUHOBBIN CUTHAJTUHT
NpEACTaBIICH AByMS KOMIIOHEHTAMH — PELIEITOPOM
ructuanakrHazon (Hampumep, CRE1) u oTBeTHBEIM
renneiM perymsitopoM ARR (cytokinin-responsive
Arabidopsis response regulator) (Ferreira, Kieber,
2005). LIuToKWHUHBI TOAABISIOT (HOPMHUpPOBAHUE
JaTepaNbHBIX KOPHEH, HO MHAYIUPYIOT Mopdore-
He3 KOpHEBOro KiIyOeHbKa M 00pa3oBaHME TajlsIOB
npu aedicteun Hemarton (Lohar et al, 2004).

HaiineHo, 4To pasmep KOPHEBOW almMKaJbHON Me-
PUCTEMBI YBEIWYMBAETCA y TPOWHOIO MYyTaHTa
apabuoricuca no ¢epMeHTaM CHHTE3a [IUTOKHHU-
HOB (m3omeHTeHmnTpanchepaspl) (loio et al.,
2007). Takue MyTaluy MPUBOAAT K YMEHBIICHHUIO
ckopocTd aAuddepeHIranul MEpUCTEMaTHIECKUX
KJIETOK, YTO CBUIETEIHCTBYET O PEryJSIUU LUTO-
KMHUHOM 3TOTO IpoLiecca MyTeM OrpaHUYEHUs 30-
HBl KOPHEBOH MEPHUCTEMBI.

Takum 06pazom, TUTOKUHUHBI PETYIHPYIOT
POCT U o0ecreunBaloT 00pa3oBaHUE HOBBIX CTPYK-
Typ u ux ¢opmy. [losBieHne nmpumopaneB — 3a-
YaTKOB OpPraHoOB, KaKk W B ciydae MopdoreHesa
KOPHEBOT'0 KIIyOEHbKa, IPOUCXOANT IO BIUSIHUEM
OUTOKVMHHHOB. TpaHCTeHHBIE PACTEHUS C CyHeEp-
3KcHpeccuen reHa LIUTOKMHUHOKCHJIA-
3a/IeruAporeHasa XapakTepU30BAINCh HaUMEHb-
IINM COZCP)KaHHUEM LIUTOKMHWHA M 00pa30BBIBAIIH
pasnuyHble (EHOTHITBI: C YBEIMYEHHONH KOPHEBOU
MEPUCTEMOM, POCTOM OOKOBBIX KOpHEH Ha TpaHu-
L€ MPOKCUMAIbHOM M AamnMKaIibHOM MEpHUCTEMBI,
YBEITMUEHHBIM BETBIIEHHEM KOpHeW u (opMHpOBa-
HHUEM TNpUAaTOYHBIX KopHed (Werner et al., 2003).
KiteTouyHpli MK HAXOOUTCS IO BIASHUEM 000-
UX TOPMOHOB U OTHOCHUTEIBHOE 3HAYEHHE KAXKIOT0
U3 HHUX U CTENEeHb MX B3aNUMOJECHCTBHSA — Ba)KHBIC
BOIPOCHI AJIS HCCIIENOBATENCH.

JlutepaTypHble JaHHBIC CBHIICTEIBCTBYIOT
00 yJacTuu ayKCMHOB W ITUTOKHMHUHOB B IIPOIIEC-
cax (dopmupoBaHus 0000BO-pU300HATHHOTO CHM-
ouoza (BPC) (Oldroyd et al., 2011; Liu et al.,
2015). Oror daxT BuepBhle ObUT YCTaHOBJIEH B
1936 1. (Thimann, 1936). lllupokue uccueqoBaHmsg
B 3TOi oOsactu ObuTM TIpoBeAeHBI B 90-Xx Tomax
XX Beka (Hirsch et al.,, 1989; Hirsch, 1992;
Cooper, Long, 1994; Hirsch, Fang, 1994; Hirsch et
al., 1997). Onn mokazanu y9acTre dTHX TOPMOHOB
B MHUITMAIINH 00pa30BaHUs KIIyOCHbKA B OIBITAX C
M3MEHEHHEM KOHIEHTPAIH IK30T€HHOTO IIUTOKH-
HUHA W TMPUMEHEHHEM HHTHOWTOPOB TPAHCIIOPTA
aykcuHa. B nmanpHeWIeM B ONbITaX ¢ MyTaHTaMU
Medicago truncatula u Lotus japonicus, nedekr-
HBIMH TIO TeHy perientopa nmutoknanHa (CREI u
LHK1), Obuta nokasaHa HEOOXOIUMOCTH AKTHBA-
[IUU [TUTOKHHUHOBOTO CUTHAIIMHTA NIl WHAYKIAN
Mopdorenesa kiayoenska (Murray et al., 2007; Plet
et al., 2011). dyHkunoHaIbHAS 3HAYMMOCTH (UTO-
TOPMOHOB B 3TOM mpotuecce pasznuynas (Oldroyd,
Downie, 2008). Ecin aykcwHBI, IUTOKUHHHBI, a
TaKkKe ruO0epeIIMHBI U OPACCUHOCTEPOMIBI — I10-
noxwurenpHsie peryisitopsl bPC, To npyrue — abc-
[IU30Basi, J)KACMOHOBAs, CAIUIMIIOBAs KUCJIOTHI U
STHJICH, OKa3bIBAlOT HETaTUBHOE BIUSHHE HA CHM-
0mo03.
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Takum 00pa3oM, ayKCHHBI, IMTOKHHUHEI,
rub6epemmnnl (I'b) n 6paccunocreponns (bC) —
OCHOBHBIC JHJIOTCHHBIC COCIWHCHHUS, OCYIICCTB-
JSIOUIME WHUIMAIMIO OpraHoOreHe3a KOPHEBBIX
KIIYOCHBKOB, a UX YPOBEHb U COOTHOIIICHHUE SIBIISI-
I0TCS KJIFOYEBBIMU (hakTOopamMu B (HOPMUPOBAHUHU
stux cTpykTyp (Ferguson et al.,, 2005; Oldroyd,
Downie, 2008).

Bauanue gpumozopmonoe na mopgozenes
KOpHegbIX K1yOenbKoe

DU3HOIIOTHYECKUE ACTIEKThI JIEHCTBUS LIHU-
TOKMHUHOB W ayKCHHOB Ha TMPOIECChl KIIyOeHbKO-
oOpazoBaHus (HOLYJSAIMH) Tpu (opMHpOBaHUU
BPC — naubonee n3ydeHHas o6iacTb MpoOIEeMbI
MyTyalucTuaeckoro cumbuosa (Murray, 2011;
Oldroyd et al., 2011). IlpexacraBnser WHTEpEC M
BOIPOC 0 MopdoreHese narepaibHbIX KopHEH. [Ipu
3TOM cJelyeT OTMETUTh, YTO Pe3yJbTaT ACUCTBUS
(DUTOrOPMOHOB 3aBUCHUT OT WX KOMOWHAIMHA H
cnenu(pUIecKoi poii Ka)JI0To U3 HUX M MX B3au-
MOJCHCTBUE CBSA3aHO C BIMSHUEM Ha ONpEAEIIeH-
HBIH mponecc Ha ypoBHe curHanuura (Ferreira,
Kieber, 2005).

OTHOIIEHHE AayKCUH/IIUTOKUHUH SIBJISIETCS
B)XHBIM UIS PETYJISIIMA MHOTHX TPOIIECCOB POCTA
U Ppa3BUTHSA, BKJIIOYAas pEreHEepaluio OpraHa H3
KynbTyphl Tkanen (Skoog, Miller, 1957). Otnuun-
TeJNbHAs 4YepTa NUTOKUHUHOB — JKCIPECCHUSI UMH
CHHTE3a TaK Ha3bIBA€MbIX PAaHHHUX OEJIKOB — HOZIY-
JIMHOB, XapakTEepHBIX [Uisl paHHero s3tama BbPC:
ENOD2, ENODI11, ENODI12, ENOD40 wu np.
(Bauer et al., 1996). [Ipuuem skcmpeccust TeHOB-
HOJYJIMHOB IIOZ BJIMSTHUEM LUTOKWHHHOB IPOHC-
XOIWT paHbllle, YeM WHUIHUALNUs O0O0pa30oBaHUs
npumopausi kopaeBoro kiayoenska (Hirsch, Fang,
1994). Bompoc o TOM, MPHHAMAIOT JH YydYacThe
paHHUE O€JKU-HOAYJIMHBI B OpraHOIe€He3e KIIy-
OcHbKa, OcTaeTcs OTKPHITHIM. ECTh MHeHHe, 4To
paHHUE HOIYNHMHBI MOTYT OBITH HHIUKATOPAMHU
CTaTyca SHIOT€HHOTO LIUTOKMHMHA B CUMOMOTHYE-
ckux TKanHax (Hirsch et al., 1997) u moryTt npunu-
Mmath ydactue (ENOD40) B peryisiuuu JgeneHus
KieTok kKoprtekca (Mathesius et al., 2000). Ycra-
HOBJIEH (DaKT, 4TO MOJ BIMSHUEM PU300MI MOBHI-
[IaeTCs COJlepKaHUE IIUTOKMHUHOB U MPOUCXOJIUT
skcnpeccust reHoB ENOD-6enkoB. 3T0 TOBOPHUT O
BJIIMAHUM pU300UI HAa CHUHTE3 LIUTOKWHUHOB U I10-
caenyromeit sxkcnpeccun reHoB ENOD mox Bius-
HHEM LIUTOKUHHUHOB.

WHruburopsl TpaHCHIOPTa ayKCHHA H3BECT-
HBbI KaK HHIYKTOPHI 00pa30BaHMs ICEBAOKIYOCHB-
koB ® 3kcupeccnrn ENOD40 — rena, accomuupo-
BaHHOTO C WHUIMAIMEW 00pa30BaHUS MPUMOPIUS
knyoenbka (Fang, Hirsch, 1998; Mathesius et al.,
2000). Tpanc-3eatuH (IIMTOKWHWUH) CITOCOOEH aK-

TUBU3UPOBATH HOMYJSIHIO Y O0OOBBIX B OIBITAX C
puzobusiMu, aedexkTHeIMH 1o cuHTe3y Nod-
¢akropoB (Cooper, Long, 1994). Takum obpasom,
MOJYJISIIASL YPOBHEH ayKCHMHA W IMTOKHHWHA —
Ba)KHBIM KJIIOUEBOHN 3Tan B (OPMUPOBAHUU KOPHE-
BOro KiyOeHbKa. BaskHast posib IMTOKMHUHA B HO-
JYJISIIAU TIOATBEPKIAAETCS TeHETUIECKUME HCCIIe-
nmoBanusMu. Tak, mytanTel LOtUS japonicus mo ca-
MOIIPOU3BOJILHON HOIYJSIIMK HECYT MYTALHUIO TI0
ructuauakrHasze (LHK1) — penentopy nuTokuHu-
Ha (Tirichine et al., 2007). Kpome Toro, moreps y
myrtanta mouepHsl ¢yskuun CRE1  (oprosora
LHK1) s3HauyuTenpHO yMeEHbIIAeT OOpa3oBaHUE
kinyoenbkoB (Gonzalez-Rizzo et al., 2006). Lhk1-
MYTaHTBI TEPSIOT CIIOCOOHOCTh MHUIIMHPOBATH 00-
pasoBaHUE IPUMOPIUS KIyOCHBKOB, HO HE OKa3bl-
BAIOT BIMSHUS Ha HHOUIMPOBAHUE KOPHS pU300U-
samu (Murray et al., 2007). OgHako npu 3TOM HOKa-
3aHO BIIMSIHME MYTAallMd Ha POCT MH(EKIHOHHBIX
HHUTEH, KOTOPBHIE CO3[Al0T CIIOXHbIE MH(EKLINOH-
HBbIE CTPYKTYpHI. Jlemaercsi BBIBOA, YTO (OPMHPO-
BaHHE NPUMOpPIUS KiIyOeHbKa HE CBA3aHO C IPO-
HUKHOBeHHEM (MH(eKIe) pu3o0uii B TKaHU
KOpHS yepe3 snuaepMuc. B To xe BpeMst 9K30TeH-
HBI TUTOKWHUH MHAYLHUPYET IKCIPECCHUIO TEHOB,
KOTOpbIE B HOpPME acCOLMHPOBaHbI ¢ (HOPMHUPOBa-
HUeM npumopaus kiyoenska (Fang, Hirsh, 1998;
Mathesius et al., 2003). Myrtauuu mo reny LHK1
YKa3bIBAIOT Ha LIEHTPAJIBHYIO POJIb IUTOKHHA B Op-
raHoreHese KiIyOeHbKa B KOPTEKCE U OJHOBPEMEH-
HO CBHUJETEIBCTBYIOT 00 OTCYTCTBUM WX BIIUSHHS
Ha pU300MaTLHYI0 HHPEKINIO B snuaepmuce. Tem
He MeHee, ecTs qanHble (Gage, Margolin, 2000) 00
y4acTUW LUTOKMHMHA B (POPMHUPOBAHHH B HapyK-
HBIX KJIETKaX KOPTEeKca MPEHH(EKIIMOHHBIX HUTEH,
pasBuBarOmMuXCcsl B WH(DEKIMonHbple HUTH. Crleno-
BaTeJIbHO, B KAYECTBE JIbTEPHATUBBI MOXKHO T'OBO-
PUTH O MO3UTHUBHOM POJM LWUTOKMHUHA B MH(EK-
MY KOpHEBOro Boyiocka (Murray, 2011; Liu et al.,
2015).

ITonoxuTenpHOE BIUSHUE HA KIIYOCHBKOOO-
pazoBanue okazpiBatoT I'b u BC. IlpumeuarensHa B
3TOoM oTHOoweHuu pabdora Ferguson et al. (2005), B
KOTOpPOH IJIsT JOoKaszaTeahcTBa HeoOxommmoctu I'b
n bC mns dopmupoBanus KIIyOEHBKOB HCIIONB30-
BaJICh HU3KOPOCIBIE MYTaHTHI TOpOXa, ACPUIIHNT-
HbIe TI0 yka3aHHBIM ropmoHaM (Nomura et al.,
1997). beimo ycTaHOBIEHO, YTO BCE H3YUCHHBIC
MYTaHThl UMEIH HU3KYIO CIIOCOOHOCTH K 00pa3o-
BaHUIO KITyOSHBKOB 110 CPAaBHEHUIO C TUKUM THIIOM
ropoxa (copt Topcrar). JlobaBieHue B cpemy BbI-
paiyBaHus pacteHui 3x3orenHoro I'b Boccranas-
JUBAJIO CIIOCOOHOCTHh TOpoxa (pOopMHUPOBATH OMTH-
MaJIbHOE KOJIMYECTBO KIYOCHBKOB, CpPaBHUMOE C
JukaM TurnioM. [logoOHast 3aKOHOMEPHOCTh ObLIa
BBISIBJIICHA W JUIS JIATePaIbHBIX KOpHEH. ABTOpHI
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nemarotr BeiBoJ, uTo I'b m BC 3ameiicTBoBaHBEI B
mporeccax o0pa3oBaHUsA KIYOCHBKOB y TOpOXa.
Ilpu stom mnpenmnonaraercsi, uro neiictBue I'b B
KOPHSIX Ha HOAYJISIIIMIO HEMOCPEICTBEHHOE, a BIIH-
sare bC omocpenoBaHo yepe3 JTIOKaTU30BaHHEIN B
HAJ3EMHBIX OpraHax MEXaHW3M PeryJSIIHUH IPOo-
1ecca HOMYJSAIUN B KOpHAX. OHAKO MEXaHU3MBI
WX JICWCTBUS WM3YYCHBI HENOCTATOYHO U MAJIOIO-
HATHBL. ECTh JaHHbIC, YTO ayKCHH YCHJIMBAET MPO-
nykiuio I'b u B3aumopeiicteyer ¢ bC (Kim et al.,
2000; Ross et al., 2000).

Bauanue ¢henonwvnvix coedunenuii (¢na-
60HOUO008) HA Op2aHOo2eHe3 KTYDeHbKa

W3BecTtHO, 4TO (haBOHOMIBI OOOOBBIX BBI-
3bIBAIOT JKCIPECCHUI0 PHU300HANBHBIX NOU-reHOB,
BEAYIINX K CHHTE3Yy OaKTepUaNbHBIX XUTOOJIHUTOC-
axapuaHbix Nod-akTopoB, KOTOpbIE WHHITHHPY-
IOT OTBETHBIC PEAKUUH Y PACTCHUS-XO3sMHA Ha
BHenpeHue puzobuit (Mulligan, Long, 1989). Ho
9THM (QYHKIHH (JIABOHOHJIOB TIPH (HOPMHUPOBAHUH
KITyOeHbKa HE OTPaHWYMBAIOTCS: MMEETCS J0CTa-
TOYHOE KOJHMYECTBO JINTEPATypHBIX JaHHBIX, YKa-
3BIBAIOIIMX, B YAaCTHOCTH, Ha PETYJSINUI0 (MOIY-
JSIIUIO) JIOKAIFHOTO YPOBHS ayKCHHA B TKaHAX
KOPHSI, YTO CBS3aHO C MHTMOWPOBaHUEM (PIIaBOHO-
unaamu OenkoB-TpaHcropTepoB aykcuHa (PINs u
PGPs) (Zhang et al., 2009) u ygactuem 3TuX CO-
eIMHEHUH ¥ MePOKCHIa3bl B JIETPaJalli ayKCHUHA
(MYK) (Mathesius et al., 2001). PINs (PIN-formed
auxin) — OeJIKU-TPaHCTIOPTEPhI ayKCHHA OTHOCATCS
k cemeiictBy TC 2.A.69. [Ipyroe cemeiicTBO 0ei-
KOB-TPaHCIIOPTEPOB ayKCHHA PGPs
(phosphoglycoproteins) — TC 3.A.1, unterpuposa-
HO B IUIa3MaTudecKkyro MemOpany. [Ipeamonaraer-
csl, 4T0 (HITABOHOMABI MOIYIHMPYIOT TPAHCHOPT
ayKcMHa MyTeM H3MeHeHHs (ocopuiIupoBaHUs
OenkoB-kuHa3 u ¢ochonunuaos (De Long et al.,
2002).

OnHUM W3 BO3MOXKHBIX MEXaHHU3MOB IPH
pu3o0nanpHON WHOEKIUH TO0 HWHAYIIUPOBAHUIO
TOPMOHAJIPHBIX U3MEHCHHMI B KOPTEKCE SBIISICTCS
JIOKaJau3auusi CUHTE3a (HIIaBOHOMIOB, KOTOPHIE MO-
TYT MHTHOMPOBATH TPAHCIOPT ayKCHHA W TaKUM
0o0pa3oM W3MEHATh TOTOK AayKCHMHa B KOpHE
(Mathesius, 2001). C 1988 rona uzectno (Jacobs,
Rubery, 1988), uTo ¢raBoHOMIHBIE COCTHMHEHHS
(kBapleTHH, anmUTeHWH, KeMbepodl W Ap.) MOTYT
OJIOKMPOBATh TOJSIPHBIA TPAaHCHIOPT ayKCHUHA Y
pacreHwuid, 3amernas GYHKIUIO MPUPOJTHOTO WHTHU-
outopa  TpaHcmopra aykcmHa ~ NPA  (1-
naphthylphthalamic acid). OTo mo3BonsieT B HacTO-
siee BpeMs pacCMaTpUBaTh JHJIOTEHHBIE PaCTH-
TeNbHBIe (DIABOHOWIBI KaK MPUPOIHBIC PEryIsTO-
pBl TOTOKA ayKCMHA B KIETKAaX H IOJIAPHOTO

Tpancniopra aykcuna (Peer, Murphy, 2007;

Adamowski, Friml, 2015).

Puzo6uu depes MHAYKIUIO CHHTE3a ()JIaBo-
HOMJIOB MOTYT TaK)K€ OKa3blBaTh BIHSHHE Ha Oa-
JIAaHC [UTOKUHWHBI/ayKCHHbI B KOPHEBOM KOPTEK-
ce. I'maBHBIM HMCTOYHMK LIUTOKUHHWHA — MEpPUCTE-
MaTH4ecKasl BepXyIlIKa KOPHsS, B TO BpeMs KaK HC-
TOYHUK ayKCHHA — MEpHCTEMaTHUYECKas BEPXYIIKa
cTeOJIs, ¥ MX MOTOKUA B KOPHE MPOTHUBOIOJIOXKHBIC
no Hampaeienuto (Sakakibara, 2005; Leyser,
2006). Myramus no ¢gepmeHTy OMocuHTe3a (ia-
BOHOHJIOB — XaJIKOHCHUHTA3¢, BEJCT K MHTHOUPOBa-
HUIO MHUIMAIMK O0pa3oBaHUs HPUMOPIHUS KIy-
OCHBKa, YTO CBS3BIBAIOT C peryssinueil GpraBoHOU-
JaMH TIOTOoKa aykcuHa B kopHe (Wasson et al.,
2006). ITo maenuto Peer, Murphy (2007), daaso-
HOMJIBI CKOpEe MOAYJIATOPHI TPAHCIOPTHBIX MPO-
[IECCOB aYKCHHA, YeM PETYIISITOPBI.

B 10 xe Bpems, mO-BHAMMOMY, Ha aKpoIe-
TaNbHBIN (TONSAPHBINA) TPAHCTIOPT ayKCHHA KpPOMe
(beHOJ'IOB MOT'YT OKa3bIBaTb U APYIU€ SHAOICHHBIC
(aktoper. Tak, mo manaeiM Fernandez-Marcos et
al. (2011), okcun azora (NO) HapymraeT TpaHCIIOPT
ayKcHHa B KOpHSX apaOHIIOINCHca 3a CYET CHUKe-
Hus KonuuecTBa Oenka PIN1 — tpancnoptepa ayk-
cuna. C mpyroii croponsl, coaepxkanrne NO y apa-
Oujoricuca CHWKAETCsl O BIMSHUEM IIUTOKHHU-
Ha (Liu et al., 2013). Ilo mpyrum naHHbBIM, S-
autpo3mmmpoBanne Oenka TIR1  (Transport
Inhibitor Responsel) — penenropa aykcuna, ¢ mo-
Motsio NO akTHBHPYET ayKCHHOBBIN CUTHAIHMHT Y
apabumoncuca (Terrile et al., 2012). Takum o6pa-
3oM, NO (kak u (eHOJILHBIE COCAMHECHMS), MOJIN-
¢unupyst conepxanue (QUTOTOPMOHOB, BIUSAET Ha
POCT KOpHEH H, MO-BUIUMOMY, HA HHULHALNIO 00-
pa3oBaHUS IPUMOPIHUS KITyOSHBKOB Y O00OBBIX.

Mexanuzmol 6rusaHus 2OPDMOHO6 Ha opa-
HOzeHes KﬂyﬁeHbKa ujiamepalibHblxX Kopneﬁ

PaccmoTpum cxemy oOpa3oBaHHS JaTepaib-
HbIX (OOKOBBIX) KOpHEH 1 MopdoreHes kiyOeHbKa
HA OCHOBE MPEJICTABICHUIN O PETYJISIIIUU 3TUX MPO-
[IECCOB IUTOKWHUHOM ¥ ayKCHHOM. MHUIMaIus
JaTepaIbHbIX KOPHEH MPOMCXOIUT B 30HE Audde-
pEeHIMAIMK KJIETOK Ha ()OHE BBICOKOTO COJEpKa-
HUS ayKCHHA B TIOKOSIIIIEM IIEHTPE CTBOJIOBBIX KJIe-
ToK (stem cell). [IUTOKMHUHOBBIH CUTHAJIUHT, CBSI-
3aHHBII C WHTHOMPOBAaHMEM TPAHCIOPTEPOB ayK-
cuna — PINs, PGPs, Gmokupyercs, 4To co3maer
YCIOBHS JJIS TPAHCIOPTa ayKCHHA B MEPHUCTEMa-
TUYECKYI0 BEPXYIIKY KOPHS U HAKOIUICHUS ayKCH-
Ha B MECTax 00pa30BaHUs JaTepaIbHBIX KOPHEH.

B cnydae puzoOuanbHON MHGEKIUHA OCHOB-
Hyi0 ponb wurpaer Nod-pakTop, aKTUBHPYEMBIH
PaCTUTCIbHBIMU peHeHTOp'HO}lO6HBIMI/I KHMHa3aMu.
YcTaHOBJIEHO, YTO MEXaHW3Mbl MHUIMALIUM Opra-



PHTOIOPMOHBI H KAYBEHBKOOBPA30BAHHE

Pu3oBum (Rhizobia)

Nod-ghaktop (NF)

Peuentopxsie kmHassl (LysM-RLK / LRR-RLK)
Kansunessle ocuunnauum (Ca*-spiking)

Kanbuui 1 kansmogynuHaasucumasn kmHasa (CCaMK)

TpaHcKpUnuMoHHsin Benok (NIN)
Peugntop ywtokmnnna (CRE1, LHK 1)

LiuTaknHUHOBBIA curHanuHr (Cytokinin signaling)

Buicokas K8

ETOK, OpraHoreHea KnybeHbka
(Cortical cells division, organogenesis nodule)

[leneHne KOpTHKaNkHLIX

Puc. 1. YyacTHe HUTOKMHHHOB M aYKCHHOB B
Mop¢oreHese Kiiy0eHbKA.

HOTEHE3a KOPHEBOI'O KIyOCHbKa OCHOBAaHBI Ha pe-
TYJISILIMY IOTOKOB IIUTOKMHKMHA U ayKCHHA, B KOTO-
PBIX PEHIAIONIYI0 POJIb MPUHAMICKHUT PH300HaITh-
HeiM Nod-akropam (NF). OHu npencTaBisioT co-
00l JNHUMOXUTOONIHIOCaxapuabl, KOTOPBIE B3aUMO-
JEHCTBYIOT Ha IUIa3MaJleMME SIHUAEPMaIbHBIX
KJIETOK C PAaCTUTEIbHBIMU peLentopamMu (perer-
Top-ofo0HbpIME  kuHa3zamu, LysM-RLK, LRR-
RLK) ¥ WHUIMHPYIOT aKTHMBHOCTh CHTHAIBHBIX
cucteMm pacterus-xossuHa (I'msapko, 2014). Cuan-
taetcs, yTo NF SBISIOTCS epBOHAYATIBHBIM TPHUT-
repoM 3amycka (HU3HOJIIOTHYECKUX, OHMOXHMHUYC-
CKUX, TEHETHYECKUX M APYTHX TPOIECCOB, M3Me-
HSIOIIMM HANpaBICHHOCTh MeTadonM3Ma pacre-
HUS-XO035MHA M BELYLIIUM K CO3JaHUI0 CHUMOHO-
TpodHoro opranusma (Ferguson et al., 2010).

Nod-daxTop, T0KaNM30BaHHBIA Ha TOBEPX-
HOCTH KJIETOK OSIHJEPMUCA, HHIYIUPYET TpaH-
ckpurioHHbIi Gaktop NIN (nodule inception) u
3aMmycKaeT 4Yepe3 aKTHUBAIUIO perentopa (TUCTH-
nuakuHa3bl) CRE1 TMTOKMHUHOBBIA CUTHAIUHT. B
pe3ynbTaTe OJOKHPYETCS TPAHCIOPT ayKCHHA dYe-
pe3 uHrHOrpoBanue TpaHcopTHHIX OenkoB (PINS,
PGPs, NPA), uto Bemer K HaKOIUICHHIO ITHTOKH-
HUHA, WHUIUHPYIOIEro MopdoreHes KiyOeHBKa.
CxeMaTHUYECKU 3TO MOXKHO TPEJCTaBUTH CIICAYIO-
muM obpasom (puc. 1).

AYKCHH

Peuentop aykcuHa (TIR1/AFB)

Penpeccop TpaHckpunuuu (Aux/IAA)

AYKCHHOBBIA curHanuHr (Auxin signaling)

OrpeTHble perynaTopHele redsl (RR7, RR15)

2ling —1 PINs)

Bricokan K8

MopdoreHes natepaneHeIX KOPHER
(Morphogenesis lateral roots)

Puc. 2. YuacTHe HMTOKHHMHOB W ayKCHHOB B
MopdoreHe3e JaTepajJbHbIX KOPHeil.

Wunnmanust oOpa3oBaHusl JaTepalbHBIX U
NPUAATOYHBIX KOPHEH, CBA3aHA ¢ MHTHOMpPOBAaHU-
€M HUTOKMHHUHOBOI'O CUTHAJIMHI'a IYTEM MHAYKIIUA
cympeccopoB atoro mporecca RR7 u RR15
(Response Regulator genes) (puc. 2). Ilpu stom
MHTUOMpYETCs CYNpeccop TpaHCHopTepa ayKchHa
PIN, uro BeAeT K yMEHBLICHUIO COJEPXKAHMS LIU-
TOKHHAHA W YBEJIMYEHUIO KOJIMYECTBA AYKCHHA,
JIOKaJTM30BaHHOTO B MECTaX MOSBJICHUS JIaTepab-
HBIX KOpHeW (TkaHu mnepunukia). [loreps ¢yHK-
nuu RR7 u RR15 mpuBoauT K HapymIeHHIO paHHEe-
ro 3MOpuoreHe3a B KOpHEBO# «stem-cellsy cucte-
me (Muller, Sheen, 2008). 3TiuM coObITHSM TIpE.-
HIECTBYET SKCIPECCHS «ayKCHHOBBIX)» T€HOB, HHH-
UUPOBaHHAsl B3aMMOJICHCTBUEM ayKCHHA C pe-
nentopom  TIR1/AFB  (Transport  Inhibitor
Responsel/Auxin Signaling F-Box) u wHaKTHBHU-
poBanueM penpeccopa AUX/IAA (Auxin/Indole-
3-Acetic acid).

BozHukaer BONpoc O MPOUCXOXKICHUM IIH-
TOKMHUHA B KJIETKaX CUMOMOTPO(HOrO OpraHn3Ma
— pACTUTENBLHOTO WIH OaKTepUAIBLHOTO (PH300H-
anpHOTO0). CYUTAIOT, YTO 3TO PACTUTEIBHBIN ITUTO-
KUHHUH, XOTA yCTaHOBJIEHA CIIOCOOHOCTH (DOTOCHH-
tTeTndeckux BuaoB Bradyrhizobium, e mpomyuu-
pytomux Nod-¢hakTop, HEMOCPEACTBCHHO BIHMSATH
Ha TOPMOHAJIbHBIM ypoBeHb. [Ipeanonaraercs, 4yTo
9Ta OaKTepuss MOXKET WHIYLUPOBATH HOMYJSLHIO
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IASTHBKO

MyTeM CHAOKEHHS pacTeHHs HHTEPMEIUaTaMu JUIs
CHHTE3a  IUTOKMHMHA. boOoBoe  pacTeHme
Aeschynomene sensitive, MHOKyIMpPOBaHHOE My-
tantamu Bradyrhizobium, HecrocoOHbIMEH K CHH-
te3y Nod-akropa, He TepsSeT CIOCOOHOCTH K 00-
pa3oBaHMIO KOpPHEBBIX KiyOeHbkoB (Giraud et al.,
2007). DT reHeTHYECKUE MOJIETH TOBOPAT O JIBYX
MEXaHM3Max WHHULIMALMH OpraHoreHe3a KiIyOeHb-
ka: ¢ akrtmBanueir Nod-hakropoM W HHIYKIHUEH
murokuauHOoM (Oldroyd, 2007). TlpoHukHOBeHHE
Bradyrhizobium ssp. B KOpPTHKaJbHBIC KICTKH
KOPHS 4epe3 TPEIIUHbBI B dIHIEPMUCE, MUHYS KOp-
HEBBIC BOJIOCKH, MOXXET OBITh Ba)KHBIM JOKa3a-
TEJIbCTBOM HCIOJIb30BAHUS LUTOKMHUHOBOTO CHI-
Hajla B MHUIMAIMU JICJICHUS] KOPTUKAIBHBIX KIle-
TOK M oOpraHoreHesa kiybeHpka BMecTto Nod-
¢dakropa (Downie, 2007).

Ponb ropMOHOB B 00pa3oBaHUM KIyOESHBKOB
NEepBOHAYAJILHO OCHOBBIBAJIACH Ha pe3yJbTaTax
ONBITOB C HM3MEHEHHEM YDPOBHS LHUTOKMHUHA U
MIPUMEHEHUEM WHTMOUTOPOB TPAHCIOPTAa ayKCHHA
B KopHsx (Cooper, Long, 1994). B nanpHeiimem
SKCHEPUMEHTHI ¢ MyTaHTamu L. japonicus mo pe-
nentopy umrtokmanHa LHKI1 u myrantamu mo-
uepusl mo ero optoiory CRE1 moarsepaumu
HEOOXOIUMOCTh LUUTOKMHHUHA AJISI MHAYKLUH MOp-
(orenesa kinyoennka (Tirichine et at., 2007).

IIMTOKMHUHOBBI CUTHAJIMHT JIOKAJIU3YETCS
BO BHYTPEHHUX TKaHAX KOpHs (KOpTEKC, Mepu-
OUKJI) U HE CBs3aH ¢ snuaepMmucoMm. Hemocpen-
CTBEHHBIM PE3yNTaTOM IMTOKWHUHOBOTO CHTHA-
nuura ssiusgercss CREI-3aBucumMoe u3MeHeHHE B
HOJISIPHOM TPAaHCIOPTE ayKCUHA, KOTOPBIA WHTHU-
oupyercs puzoOusaMu ©  oummieHHbIM Nod-
thaxtopom (Plet et al., 2011). Uarubuposanue mo-
JSIPHOTO TPaHCIOpTa ayKCHMHA, BEAyIIEro K CHU-
KEHHUIO YPOBHS ayKCHHA, W OTBETHAsl peakuus B
MepucTeMe KiyOeHbKa ayKCHH-IyBCTBUTEIBHOTO
reHa GH3 — 310 ucxoanbie GakTopsl OpraHoreHe3a
KIIyOCHbKa, KOTOpBIE HAaOOAat0TCsl Ipu 0opadoT-
K€ 30H KOpHS ounieHHBIM Nod-hakTopoMm wiu
puzobusmu (Mathesius et al., 1998). Cympeccus
UUTOKMHUHOBOT'O CUTHAJIMHTA Yepe3 PeLenTop Lu-
toknanHa CRE] CcHmKaeT KOMMYeCcTBO KIyOeHB-
KOB M YBEJIMYMBAET YHCIO JIATEPATBHBIX KOPHEH
(Gonzalez-Rizzo et al., 2006). B To e Bpems mpu
MHTUOMpOBaHUN ayKCHHOBOTO CUTHAJINHTa
HaOrogaeTcst 00paTHOE — YBEIUIUBACTCS KOJHUe-
CTBO KJIyOCHBKOB U CHIIKaeTcsi 00pa3oBaHHeE jaTe-
panbHbix  KopHed (Kuppusamy et al., 2009;
Champion et al, 2015). Tak, mo gaHHBIM
Champion et al. (2015) uarubupoBanue aykcuHO-
BOTO  CUTHAIMHTa  TOCPEACTBOM  AyKCHH-
curHanpHoro peryinstopa (I-3-AA7) npu akTuHO-
pHU3AEHOM MYTYalTUCTHYECKOM CUMOMO3€e BEJIET K
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YBEIMYCHHIO HOMYJISAUH U Nj-pHKcalMu y ape-
BecHoro Buma Casuarina glauca, mHOKyIHMpOBaH-
HOTO TIOYBEHHOW a30T(HKCUpYyIOmEeld OakTepueit
Frankia.

B npyrux ompiTax M3y4anoch BIHSHHE PH-
300nanpHOM MHQekuuu Ha ypoBeHb MYK u nuto-
KHHUHOB (3eaThH+3eaTUHpHOO3H) B UyBCTBH-
TeJNbHOU K pu300usiM 30HE KOpHS (0-20 MM) 3THO-
JMPOBaHHBIX MPOPOCTKOB ropoxa (I'JstHBKO U 1p.,
2007; Axumona, CokosioBa, 2012) Iloka3aHo, 4TO
CIYCTSI CYTKH IIOCJE€ WHOKYISIMA B YKa3aHHOW
30He KOpHs HaOJIIOAajoCh MOBBILICHUE COACPIKa-
Husa kak UYK, Tak u nutokuHuHoB. [Ipuyem ak-
TUBHOCTH (epMeHTOB, okucisomux MYK — me-
pokcunaszel U UYK-okcumasel, cHuXKalach. OTH
JaHHbIE MOKHO, BEPOSITHO, OOBSICHUTD UTUTEIBHO-
CTBhIO 3KcrepuMeHTOB (1 cyT), Korjga 3adaTouHbIC
KJIETKH TIPUMOP/IHst KITyOeHbKa BCTYIHIIN B aKTHB-
Hyl0 (a3y peneHuss M pa3MHOXKEHHUS, 4YTO, IO-
BUANMOMY, TpeOyeT IUIs 3TUX NPOLIECCOB IOBBI-
HICHHBIX 703 ayKCUHA M W3MEHEHUS! COOTHOIICHHSI
MEXIY TOPMOHAaMHU. DTO MOJATBEPKIACTCS AaHHbI-
MH, KOTOpPbI€ CBHIETEILCTBYIOT O CHJIBHOH aKTH-
BalliM ayKCHH-4yBcTBUTEeNbHOro reHa GH3.1
(Gretchen Hagen3.1) B MepucreMe 3a4aTOYHOTO
kimyoenpka (Grunewald et al., 2009). [pyrue nan-
uele (Penmetsa, Cook, 1997; Olah et al., 2005)
CBUJICTENILCTBYIOT O CTUMYJISIIMK  OYHIEHHBIM
Nod-¢pakTopoM 00pa3oBaHUS JaTepalbHBIX KOp-
Hell y 6000BbIX. TakuM 00pazom, BO3MOXEH allb-
TEpPHATHBHBIN B3IJIS HA POJIb ayKCHHA B MHUIIMA-
uu (opMupoBaHus KirydeHbpka. MOXKHO TOBOPUTH
0 CYINPECCUBHOM POJIM ayKCHHA Ha PAaHHEU cTaguu
pa3BUTHA NPUMOPIAUS KIyOeHbKa ¢ MOoCiIeqyonen
TIOJIOKUTEIILHOW  (pyHKIIMEH Ha Oojee IMO3AHHMX
CTaJusIX OpraHoreHe3a KiyOeHbKa. B cBsi3u ¢ 3TUM
1eJ1ecO00Pa3HO M3Yy4EHHE CUTHAJIBHOW POJIM ayK-
CHMHA ¥ UUTOKMHHMHA HA Pa3IMYHBIX CTaausX pas-
BUTHA KIyO€HbKAa OTHOCHUTENIBHO €r0 HadajabHOH
CTaJuM — WHULOMALMM OOpa30BaHUS NPUMOPIUS
kiyoenpka (Timmers, 2008). C apyroil cTOpOHSI,
UMEIOTCSl JaHHBIE 00 y4acTUH ayKCHHOBOTO CHI-
HaJMHTa TaKKe B pU300HaTHLHOM HHGPEKIIMOHHOM
npoliecce, B YaCTHOCTH, B 00pa3oBaHUM MH(EKIHU-
OHHOI HHUTHU B KOpHEBBIX BoJjlockax (Breakspear et
al., 2014; Laplaze et al., 2015). Ilo HEKOTOpPHIM
JaHHBIM, ayKCHHOBBIM CUI'HAJIMHI MOXET ObITh 4Ya-
CTBIO MEXaHW3Ma, IMOJABIIIONIETO HMMYHHUTET
pacTeHus NIpHU IaToreHese, a Takxke IpU CUMOHO-
trueckoi uHbekmu (Gourion et al., 2015).

Dumozopmonwt c HezamugHvim IPPexmom
Ha npoyeccyl HOOYAAUUU
3amuTHBIE  (CTPECCOBBIE) PACTUTENBHEIE

TOPMOHBI — 3THIJICH, a6C].[I/I3OBa$[, KaCMOHOBas u
CaJIMIIUJIIOBas KHUCJIOTBI HI'PAKOT BAXHYIO POJIb B
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peTyisiiid ~ MHOTOYMCIIEHHBIX ~ OTBETOB  JIH-
JIepMaJbHBIX KIETOK KOpHS Ha OaKTepuaibHOe
BTOpP)KCHHE, B TOM uucie u Ha puzooun (Oldroyd,
Downie, 2008). Ilpu 3ToM WHBa3MsI PaCTUTENBHBIX
MAaTOTEHOB W MYTYaJUCTHYECKUX OakTepuid B
KJIETKA OCYIIECTBIISIETCS CXOJHBIMH IIyTSIMH C
NPEOJIOJICHNEM 3aIIUTHBIX CUCTEM PAacTeHHs, B KO-
TOpBIX 3aaelcTBOBaHBI 3TH ropMoHBl (Kpyrosa
2009). OmHa U3 OCHOBHBIX (DYHKIIMH 3TUX TOPMO-
HOB — MPEJOTBpalleHne 0aKTEPHAIBHOTO 3apake-
HUSI KJIETOK M TKaHEW pacTeHus. DTO Kacaercs M
pu300uanbHON MHOEKIIMH, KOTOPas MOXKET IMOaB-
JIATHCS ¢ ydacTheM 3Tux puroropmonos. Criemayer
OTMETHUTh, YTO XOTS HETaTUBHOE BIUSHHUE YKa3aH-
HBIX TOPMOHOB Ha PH300MaiIbHYI0 MH(EKUNIO 10-
Ka3aHO, MEXaHU3MBbI, OJarojapsi KOTOPbIM MHKPO-
CUMOHMOHT 0O0XOMIUT 3aIIUTHBIE CUCTEMBI PACTCHHS-
X035iMHa (MaKpOCHMOHWOHTA), 10 KOHIIA HE TOHST-
Hbl (Gourion et al., 2015). C apyroii cTopoHsl, in
planta 3TH TOpPMOHBI HECOMHEHHO B3aMMOJIEH-
CTBYIOT € aykcuHOM H nutokuauHom (Ding, Ol-

droyd, 2009).

HawnGonee u3y4eHHBIM B 3TOM IUIAHE SIBIIS-
eTcs THJICH. YCTaHOBJICHO, YTO ITHJICH MpPU pH-
300HaTbHOM WHEKIINN MHTHOUPYET B SIUACPMHUCE
KJIETOK KOPHEBBIX BOJIOCKOB TaKHe IMPOLECCHl KaK
nedopMalisl KOPHEBOTO BOJIOCKa, 00pa3oBaHME
Ca”*-criaifikoB, 9KCIIpeccHs CHHTE3a paHHHX Oel-
KOB-HOJYJIMHOB M 00pa3oBaHue HH(EKINOHHBIX
nutet (Heidstra et al., 1997; Oldroyd et al., 2001).
B ombITax ¢ 3THIEHHEYYBCTBUTENBHBIMH MYyTaH-
TaMH JIIOLEPHBI MOKa3aHa TUIepUH(EKIns KopHei
Sinorhizobium meliloti ¢ o6pa3oBanuem n30bITOY-
HOT'O KOJIM4YecTBa KiyOeHbKOB — B 10 pa3 GonbIire-
ro TO CpPaBHEHUIO C JUKUM THIIOM JIFOIIEPHEI
(Permetsa, Cook, 1997). Uarubupytoriee BiusHuC
ITHJIEHA KaK Ha pU300MalbHYI0 MH(EKLHUIO, TaK U
Ha o0pa3oBaHue KIIyOCHHKOB, CHUMAETCsI UHTUOU-
topamu cuHTe3a otuieHa (Peters, Crist-Estes,
1989). OTuieH oka3bIBaeT OTPULATENBHOE BIIHS-
Hue Ha wHAynupoaHHsii Nod-daxropom Ca?'-
CHTHAJIMHT B KOPHEBBIX BOJOCKAX JIOLEPHBI U WH-
ruOupyeT MHIOYKOWIO JABYX TE€HOB  OCJIKOB-
noxynuHoB (Oldroyd et al., 2001), HO He meHCTBY-
€T Ha POCT KOPHEBHIX BOJOCKOB Yy IPOPOCTKOB
JIOLEPHBI, KOTOpBIH Tarke HHIynupyercs NF-
curHanmuarom (Heidstra et al., 1997). BeiBoa, xo-
TOPBIA CIIEAyeT U3 ITUX PE3yJbTAaTOB, COCTOUT B
TOM, YTO OTWJIECH NOJABISET OTHENbHBIC 3TaIlbl
CUTHAJIBHOW TpaHCAYKUMH pu3obuamsHoro Nod-
(hakTOpHOTO Kackaja B dIHJEPMICE U KOPTEKCE H
TaKuM 00pa3oM OTPHIATEIBHO BIUSET HA YPOBCHb
uHdexuu 1 Hoxysinuu (Oldroyd et al., 2001). Ho
B TO )K€ BPEMsI B OTIBITaX C KOPHSIMH ITOJYBOIHOTO
pactenus Sesbania rastrata mokasaHo, 4To 3THIIEH
U akTuBHbIe (GopMmbl Kuciaopoma (ADPK) 3zazmeii-
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cTBoBaHbl B NF-cuTHamMHIEe B peanu3alddl CHUM-
OMOTHYECKOro IMyTH, KOTOPBI BeJIeT K oOpa3oBa-
HUIO MPerH(EKINOHHBIX HUTEH BO BHEIIHUX KOp-
THKaJbHBIX KIETKaX W HWHHUIUAIUK 00pa3oBaHUS
npumopausi kinybenpka (D’Haeze et al., 2003).
OTUJICH MHTUOMPYET JaTepalibHbId M Oa3HIIeTallb-
HBII TPAHCIIOPT ayKCHHA, HO 9K30TCHHBIN ayKCHH
cTuMmynupyet cuHTe3 dTmieHa (Woodward, Bartel,
2005).

CuHepruueckoe AEHCTBUE MO OTHOIICHUIO K
3THIIEHY TposBisieT xacMoHoBas kucinorta (OKAK),
OCHOBHO 3()()eKT KOTOPOIi CBS3aH C MOBBIIIICHHEM
YCTOMYMBOCTU PACTEHHA K 3KCTPEMAJIbHBIM BO3-
nevicteusiM (Konynaes, Kapne, 2010). [Tpu 6060-
BO-pu300MabHOM cuMOuMO3e dk3oreHHas JKAK
WHTHOUpPYET  TPAaHCKPUIIHMIO  OelKa-HOMyIWHA
ENODI11 u RIP1, koTopble HHAYLIMPYIOTCS B 3IU-
JepMaIIbHBIX KIETKax Npu (YHKIUOHUPOBAHWUHU
NF-curnamunra. Wurubuposanme Ca’*-craiikos
noxa nevicteueMm JKAK oTpunatenbHO BIMSIET HA
uHbpeknuo U Homysuio (Sun et al., 2006). On-
HAKO aKTHUBALMs 3aIUTHBIX PEAKUUH B KOPHEBBIX
BOJIOCKAX JIIOLIEPHBI TIPH pU300MaIbHON HHPEKINH
OBICTPO IOJABJIAETCS C Y4acTHEM KAaCMOHATa U
aykcnHoBorOo curHanumara (Breakspear et al.,

2014).

AbcumzoBas kuciota (ABK) crpeccoBsiit
TOPMOH M MHTHOMTOp HMpOKoro aewctBus. Oco-
OCHHO MHOTO €€ CHHTE3HMpYeTCsS B PACTCHHSAX INPH
HeOMaronpuaATHEIX BHemIHUX BozfeicTBusax (Llla-
kupoBa, 2001). B OompmmucTBe cinydaeB ABK
TOPMO3UT POCT PACTEHUH M BBICTYIAeT KaK aHTa-
TOHHUCT aykcuHoB, IuTokumHUHOB, I'b, BC. Kak
HETAaTUBHBIH PEryisiTop pu3oOuanbHO-0000BBIX
B3anmopeiicteuii, ABK (Hapsmy c sTuineHoM u
KAK) 6noxupyer Tpancaykuuio NF-curuana, 4to
nposisiercss B Hapymrenmsx Ca’’-craiikos, me-
(hopmanyu KOPHEBBIX BOJIOCKOB, 00Opa30BaHUs WH-
(EeKIMOHHBIX HHUTEH, CHHTE3a pAaHHHUX OEJIKOB-
HOJYJIMHOB M KOJIMYECTBE OOpa30BaHHBIX KIIy-
oenpkoB (Suzuki et al., 2004; Ding et al., 2008).
Onnako, HecMOTps Ha cxoxecTh AeiicTBust ABK u
STHIIEHA npu YCTaHOBJICHUN 6060B0-
pu3o0HanbHOrO cuMOMO03a, UX BIMSHHE Ha HOIY-
JSAIUI0 MOXeT ObITh HezaBucuMbiM (Ding et al.,
2008; Ding, Oldroyd, 2009). Tak, npu cymnpeccu-
poBanHOM y mouepHsl ABK-curnanunre naGumro-
nmaeTcst yBenudeHHass mHayknus reHa ENOD11 B
SMUJIEPMAIBHBIX KJIETKaX W MOBBIIICHHBIH YPOBEHb
oOpa3oBanus kiyoeHskoB (Ding et al., 2008).

ABK sBisteTcss aHTaroHMCTOM IIMTOKWHHWHA:
B OTJIMYUE OT I[UTOKWHWHA, MHUIIMHUPYIOLIETO 00-
pazoBaHHe MPUMOPIUS KIyOeHbKa B KOPTEKCe,
ABK criocobcTByeT 00pa3oBaHHIO MPUMOPANS Jia-
TEpaJIbHBIX KOPHEH B MEPHUIIMKIIC, YTO TOBOPUT 00
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Puzobumn

Nod-thaktop - NF (pr3obuantHblil nunoxuToonurocaxapua)

[Medopmaumns KOPHEBOrO BOMOCKA === PeLienTop-noaobHble KMHasb!

Ca?-ocuunnsyum (Ca?*-spiking)

(RLK) - (LysM-RLK, LRR-RLK)

Ca? v kanemoaynuHaasucumas kuHasa (CCaMK)

TpaHCcKpUNTauWOHHEIE aKTOpPbI
HOOYNAUMOHHOTO CUTHANEBHOTO NYTH
(NSP 1/2)

AnupepmanbHbli curHan ?

CUHTES PaHHKX GEJ'IKOE-HO,EWJ'IHHOB
(ENODs)

annaepmuc

KopTtekc

LIUTOKMHNH =g TpaHCKpUNTaLKMOHHLIA Benok NIN (nodule inception)

Peuentop yutokmHuHa (CRE1, LHK1)

TpaHcKkpunTaunoHHeIle dakTopel NSP 1/2

MHrmbupoBaHne nNonsapHOro TpaHcnopTa

aykcuHa —| benku — TpaHcnopTepe! (PGS, PIN)

— < QYKCUH

YMeHbLeHWe COOTHOLWEHWSA ayKCHUH / UMTOKWMHWUH

(low auxin / high cytokinin)

WHuunaums aeneqna KopTMKanbHbIX KNETOK, OpraHoreHes knybeHbka
(cortical cell division, organogenesis nodule)

Puc 3. Cxema nmepenayu CHTHAJIOB U3 3MUAePMHCAa B KOPTEKC MPH HHUIMALUHA OPraHoOreHe3a Kop-

HEBOI'0 K.leﬁeﬂb](a.

ompezaeneHHOM cooTHomeHun ABK/mutoknanH
Jutst 3THX TporeccoB (Suzuki et al., 2004; Liang,
Harris, 2005; Ding et al., 2008). B menom, ABK
SIBJIICTCS. TOPMOHOM, (PYHKIIMOHHPYIOIIUM KakK B
SMUICPMAIBHBIX, TaK W KOPTHUKAIBHBIX KJIETKaX
kopus. On peryaupyer Nod-dhakTopHbIH cUTrHaA-
JIMHT B 3MUASPMHUCE U IUTOKMHUHOBBIA CUTHAJIUHT
B koprekce. [lo maenmto Ding et al. (2008) momy-
st ABK MokeT onpenenars xapakTep mporec-
COB B dIUIEPMANIbHBIX KJIEeTKax (neiictBys Ha NF-
CUTHAJIMHT) U B KOPTHKAIBHBIX KIETKaX (IeHCTBYS
Ha IIUTOKWHUHOBEIN CUTHAWHT). IHBIMU cllOBaMH,
oT OanaHca MUTOKWHUHA, aykcuHa U ABK B kier-
Kax KOpTeKca W MEpHIHNKIA 3aBUCUT 00pa3oBaHUE
KITyOEHBKOB WJIM JIaTepaibHBIX KopHeH. [lo Heko-
TOPBIM JaHHBIM 3k30reHHass ABK nHrubupyer 00-
pa3oBaHHE JaTepaibHBIX KopHeir y Arabidopsis
(De Smet et al., 2003) u yMeHbIIAET YPOBEHb CBO-
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OomHOro aykcmHa B 1BeTkax AblHE (Dunlap,
Robacker, 1990).

CucremHas mproOpeTeHHas! YCTOMYHBOCTD Y
pacteHuit GopMHpYETCS C y4acTHEM CaTHIIMIOBON
kuciotel (CK) (Monoxuenkona, 2001, 2008; Ko-
nynaes, Kapren, 2010). Bo3moxHOCTs ywacTus
3TOoro (QuTOoropMoHa B 0000BO-pHU300HATHHOM
cuMOuno3e ObUTa HCCIeloBaHA pPSAIOM aBTOPOB
(Martinez-Abarka et al., 1998: Blilou et al., 1999;
Garcia-Garrido, Ocampo, 2002; I'nstHeKO © ap.,
2005; Stacey et al., 2006). [Tokazano, 4to oOpa-
0oTku 0000BBIX pacTeHuil sk3orenHo CK otpu-
[ATeNbHO BJMsIA Ha (OpMHUpOBaHHE M (DYHKITHO-
HUpOBaHWE 0000BO-pHM300MALHOTO  cHMOMO03a
(Martinez-Abarka et al., 1998). Ho B T0 e Bpems
00HapyXeHO, YTO NPH HOPMaJbHBIX (DH3HOIOTH-
YEeCKUX YCIIOBUSX HHOKYJISIUS IIPOPOCTKOB TrOpoxa
pu300UsIMH  CITOCOOCTBYET YMEHBILICHHIO COMEp-
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xanus CK B kopusax (I'nmsabko u gp., 2005). Ucxo-
I u3 toro, uro CK sBiisieTcsi KOMIIOHEHTOM HM-
MYHHOM CHUCTEMBI PACTCHHA, a WHBA3Us PU300Hil B
TKaHU KOpHS CBSi3aHAa C MOAABIICHHEM 3alllUTHBIX
peakiuii, To ¢ TaKMX MO3UIMKA 3TOT (haKT BIIOJIHE
00bscarM. OTHAKO MEXaHW3M BIFSTHHUS PHU300Mi
Ha ypoBeHb CK He H3BECTEH, HO MOXKHO IpEaIo-
jaraTh, YTO 3TOT MEXaHHM3M Takxke cBsizaH ¢ Nod-
¢akropubiM curHanunaroMm (Blilou et al., 1999;
Stacey et al., 2006). HecomHeHnHno, 4ro pu3o0uu
MOJYJIMPYIOT 3alIUTHYIO CHCTEMY CHUMOMOTHYe-
CKOTO pacTEeHUs MyTeM BKIIIOYCHHUS WM IOJIaBJIe-
HUSI T€X WM HWHBIX 3alMTHBIX Peaklui, cBs3aH-
HBIX C aedctBueM ¢utoropmonos (Naseem et al.,
2015; Gourion et al., 2015). Ocraercs HE BBIAC-
HEHHBIM BOIIPOC O MEXaHHM3Max TOJaBJICHHS yKa-
3aHHBIME QuTroropmoHamu Nod-(paKTOpHOTO CHUT-
HaJIMHra, YTO OKAa3bIBA€T HEraTUBHOE BIMSHUE Ha
(dhopmupoBanue cumbuosa (Ding, Oldroud, 2009).

3axnrouenue

[Ipoananu3npoBaHHbIE SKCIIEPUMEHTAIBHBIE
JTAHHBIE YKa3bIBAIOT Ha TO, YTO IIUTOKWHUH U ayK-
CHH — KJIFOUEBBIE PETYNATOPHI B WHUIMAIINN Opra-
HOT'eHe3a KiTyOeHbKa B KopTekce KopHs. OnHako, B
OTIIMYME OT 00pa3oBaHUS KOPHEBOM anuKaIbHOU
MEPHUCTEMBI HITH MEPHUCTEMBI JTATEPATBHOTO KOPHS,
JUTSL MHUIHAIIMKA KITyOeHbKAa HEOOXOJUM BBICOKHIA
YPOBEHb IIUTOKWHUHA U HU3KUHK — ayKcuHa. Moay-
TS 3TUX TOPMOHOB TPOHUCXOTUT TIOJ TIepBOHA-
YabHBIM ~ BIMSHUEM  pru3oOmansHBIXx  Nod-
(hakTOpOB, KOTOpBIE AKTHBHUPYIOTCSI Ha IUIa3Ma-
JeMMe SIUIEPMAIBHBIX KJIETOK KOPHS perenTop-
nmoxoOoueME kuHa3aMu (RLK). HabmromaeMmsrit mo-
CJIe 9TOTO KacKaj peaxiyii, BKIIOYaONIHi, B 4acT-
HOCTH, aKTHBAIlUIO CUTHAJIBHBIX CHCTEM PacTEHUS,
AKCIIPECCUI0 CUMOUOTHYECKUX T€HOB, CHHTE3 PaH-
HuX OenkoB-HOaynuHOB (ENODs) m Genkos-
TpaHckpunuuoHHBIX (akropoB (NIN, NSP1/2),
MPUBOAUT K WHPHUIMPOBAHUIO TKaHEW KOPHS pH-
300MsMH M 00pa30BaHHUI0 KOPHEBHIX KIIyOEHHKOB
(puc. 3). Jloka3zaHO MOJOXKHUTENbHOE MM OTPHILA-
TEJNIbHOE BIHSIHUE APYTHX (UTOrOPMOHOB Ha KIIy-
0eHpK00OpazoBaHNe, HO MEXaHMU3MBI WX BIIHSHUS
elIe MaJIOMOHSTHBI.

Kak yxe oTMeuanocs, HEKOTOpPBIE BUBI PH-
300mit (Hanpumep, Bradyrhizobium) ne HyxmaroT-
cs1 B Nod-daxTopax s nvHUIHANUU MopdoreHesa
KITyOCHBKOB, YTO, TT0-BHJNMOMY, CBHICTEIBCTBYET
0 MPSIMOM DETYIHMPOBAaHUK YPOBHS LIMTOKWHUHA B
KJIETKaX pacTeHHA-XO35iMHA (MAaKpOCHMOHMOHTA).
OmHako OOJIEITHHCTBO PU300MiA HCTIOIL3YIOT Nod-
(GaKTOp KaK HBOJIIOIMOHHO 3aKpEIUICHHBIH ITyTh
o0pa3oBaHMsi CHMOMOTHYECKHUX CTPYKTYp. EcTb
BOMPOCHI: Kak BocmpusiThe puzobuansHoro Nod-
(dakrTopa 3mupEepMaIbHBIMU KIETKAMH KOPHEBOTO
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BOJIOCKA BEJET K HAKOIUIEHHWIO IUTOKWHUHA U IIO-
cienyromeMy (HOpMUPOBAHUIO TPUMOPAMS KITy-
OcHbKa B KJIETKaX KOPTeKca; KakuM oOpazom Nod-
(hakTOp KOOPIMHHMPYET JBa Pa3BUBAIOIIUX IPO-
1ecca B IByX Pa3lIMYHBIX TKaHAX — SMUACPMUCE U
KopTekce. He MCKIFOUEHO, YTO KOOpAHMHAIUS pe-
aKIU{ B SMHICPMHUCE M KOPTEKCE B TCUCHHE HOMIY-
TR MOYKET OBITh CBSI3aHA C €Ille He M3BECTHBIMHU
CUTHAJIaM¥, KOTOpbIE PEryJIHPYIOT MOTOK TOPMO-
HOB. B 3TOM mmaHe mpejacTaBisifoT WHTEpec ¢uia-
BOHOUJIBI, a TaK)Ke JPYrue OHUOJOTHYESCKH AKTHB-
Hele coequHenns (Hampumep, NO, ADK), nokanb-
HOE€ W3MEHEHHWE COJEepP)KaHUS KOTOPHIX B KOpPHE
MOJKET U3MEHATh OaJlaHC TOPMOHOB, MHHIIUUPYIO-
mmx (HopMHUpPOBaHUE JaTePALHBIX KOPHEH B Iie-
PUIMKIIE WIH KIIyOeHBFKOB — B KopTekce. [Ipentio-
JIaralT, 4YTO POJb MOOWJIBHOTO CHUTHAa MEXKIY
KJICTKaMHU DJIHJIECPMHCA, KOPTEKCA W TEPHUIIMKIIA
Bemonasier ABK (Ding, Oldrayd, 2009). Heco-
MHEHHO, YTO Ha Pa3IMYHBIX 3Tamax (opMupoBa-
HUSl KIyOCHHKOBOW MEPUCTEMbI KOHIICHTPAIIUS,
COOTHOIIEHHEe W (DU3HOJIIOTHYECKAsT POJIb JTHX
ropmonoB m3mensercs (Libbenga et al.,1973). C
JIPYTOf CTOPOHBI, HE J0 KOHIIA MMOHATHBI MECXaHH3-
MBI OTPHUIIATEIHLHOTO BIMSHUS 3allIUTHBIX U CTPEC-
COBBIX TOPMOHOB Ha OOpa3oBaHHe KIyOeHBHKOB. B
CBSI3H C 3TUM IPEAIOJIAracTCs, YTO MOCKOJIBKY BCE
3TH (PUTOTOPMOHBI TIPSMO HIIH KOCBEHHO YBEJIUYH-
Bator mpoaykmuto ADK (Schaw, Long, 2003;
Ramu et al., 2002; Oldroyd, Downie, 2004), To
€CTh OCHOBaHUe paccMmarpuBaTh ADK kak kitode-
Bble MEAMATOPhl B TOPMOHAIBHOW PETyISAIINU
tpancaykmuun NF-curmammara (Ding, Oldroyd,
2009). Cnenyer oOpaTUTh BHUMaHHE Ha B3aUMO-
JICHCTBYE 3TUIICHA KaK MHTHOUTOPa pU300HaTbHON
WHBa3UM B KOPHEBHIX BOJIOCKAX C ayKCHHOM H ITH-
TOKHHHUHOM, YTO OKa3bIBaeT BIIMSHHE HA KOHIICH-
TpalMi0 ¥ COOTHOIIeHHE 3Tux ropmoHoB (Liu et
al., 2015). B moarBepKaeHHE 3THX IIPEIITOIONKE-
HAW WMEETCS JTOCTATOYHOE KOJIMYECTBO HAYIHBIX
(hakTOB, HO HEIOCTATOYHO PACKPHITHI MEXaHH3MbI
TaKMX B3aUMOJICHCTBUI.

B HacTosiee Bpemsi OOJNBbILONM WHTEPEC BBI-
3bIBa€T M3yYCHHE MPOIECCOB T'€HHOW PEeryIIsuu
ayKCHHOBOTO OTBETA, BBHI3BIBAIOIIETO JKCIIPECCHIO
TeHOB M KakK Pe3yJIbTaT W3MEHEHHUS B Pa3InYHBIX
(U3NONOTHYECKHX MpoLeccax MoJ BIUSHUEM ayK-
cuna (Gray et al., 2001). Kak yxxe oTmeuasioch, y
Arabidopsis BbieneHbl pelenTopsl aykcuHa (0en-
ku F-Ookca): TIR1 (Transport Inhibitor Response
1) u AFB (Auxin Signaling F-Box), a Taxxe pe-
MPECCOPBI  TPAHCKPHUIIITIH Ooenku  Aux/IAA
(Auxin/Indole-3-Acetic Acid). Cas3biBaHHEe ayK-
CHHA C PELENTOPOM CIIOCOOCTBYET WHAKTHBAIIUH
penpeccopa B IKCIPECCUH COOTBETCTBYIOLIMX Te-
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HoB (Terrili et al., 2012). B otHOmeHun puzodu-
aIBbHOW MH(EKIINU 3TH BOTIPOCHI MTOKA HE U3YyUYCHBI.

Aemop  evipadicaem NpUHAMENLHOCMb  K.0.H.
T.0. Acmpeb 3a mexHuueckyro noMoujb npu NOO20Mos-
Ke PYKONUCU CIAmbu.
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PHYTOHORMONES AND NODULATION AT LEGUMINOUS PLANTS

A. K. Glyan’ko

Siberian Institute of Plant Physiology and Biochemistry
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The data on physiological role of phytohormones, mainly cytokinin and auxin, in initiation of root
cortical cells division, formation of root nodule primordium and its further organogenesis are sum-
marized. The necessity of a high cytokinin and low auxin levels for this process has been demon-
strated. The mechanism resulting in the increase cytokinin/auxin proportion is related to inhibition
of auxin transport from shoot to the root with cytokinin signaling involved. Decrease in cytokin-
infauxin proportion at the background of inhibition of cytokinin signaling initiates formation of lat-
eral roots. The role of others phytohormones, as well as flavonoids producing positive (gibberellins,
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brassinosteroids) or negative (ethylene, abscisic acid, jasmonic acid, salicylic acids) impact on the
process of root nodule formation. Key role of rhizobial Nod factor signaling in nodule organogene-
sis is stressed. Algorithms of reactions and signaling processes participating in initiating of nodule
primordium and lateral roots formation are presented.

Key words: rhizobia, legume-rhizobial symbiosis, nodulation, phytohormones, auxin, cytokinin,
Nod factor, flavonoids, root nodule organogenesis, lateral roots

PITOI'OPMOHMU I YTBOPEHHA BYJIbBOYOK
Y BOBOBUX POCJIMH

A. K. I'maabko

Dedepanvra depocasna OI0OdICeMHA yCMAHO08A HAYKU
Cubipcoxuti incmumym ¢hizionoaii i 6Gioximii pocaun
Cubipcvroeo 6iodinenns Pociticbkoi akademii HayK

(Ipxymcowk, Pocis)
e-mail: akglyanko@sifibr.irk.ru

VY3aranpHeHO JaHi npo (izioNoriyHy poiib (iTOropMOHIB, HacaMmepe] HUTOKHMHUHY 1 ayKCHHY, B
iHiIianil MoAlTy KOPTHKANBHUX KIITHH KOPEHs, YTBOPEHHI NPUMOP/iI0 KOpeHeBol Oynb0ouku i il
NoJaIbIIOMy opraHoreHesi. [lokazaHo HEOOXIHICTB JUIS I[LOTO IIPOLIECY BUCOKOTO PiBHS LUTOKH-
HUHA 1 HA3BKOTO — ayKCUHY. MexaHi3M, [0 MPU3BOIUTH O MiIBUIICHHS CIiBBIJHOIICHHS IIATOKI-
HIHW/ayKCHUH, TOB'SI3aHHUH 3 1HriOyBaHHSIM TPAHCIIOPTY ayKCHHY 3 HaJ[3€MHHX OpPraHiB B KOpPiHb 3a
YYacTIO MUTOKIHIHOBOTO CUTHAJIIHTY. 3HIDKEHHS CIIiBBiIHOIICHHS MUTOKIHIHW/AayKCWH Ha T iHTi-
OyBaHHS LIUTOKIHIHOBOTO CHTHAJIHTY IHII[IIO€ YTBOPEHHS JIaTepaIbHUX KOpeHiB. OOTrOBOPIOETHCS
pOIh iHIIKUX (QITOTOPMOHIB, a TaKOXK (IABOHOIAIB, IO YWHATH OUTUBHUH (TiOepemninu, OpacuHOC-
Tepoian) abo HeraTWBHUH (eTHIEH, abCII30Ba, )KaCMOHOBA, CATINMIOBA KHUCIOTH) BIUIMB Ha (op-
MyBaHHS KOpeHeBoi Oymp60uk. IlinkpecimoeThes KitouoBa poib pusodiansHoro Nod-hakropHOTro
CUTHAJIHT'Y B opraHoreHesi OynbpOouku. HaBoJsThCS cXxemu peakiiid i CHTHaJIbHHUX IHPOLECIB, M0
OepyTb y4acTb B iHiliauii ybBOPEHHS MPUMOPIi0 OyIb00UKH 1 JIaTepaTbHIX KOPEHIB.

KurouoBi ciioBa: puszo6ii, 606060-puzobianehuii cumbios, ymeopernHs 6y1b6040K, imocopmoHu,

aykcun, yumokininu, Nod-gpaxmop, praeonoiou, opeanoecenes Kopenesoi
6y1600uKU, TAMEPATIbHI KOPEHI
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