Study on sucrose signalling mechanisms
in higher plants
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ABSTRACT

Sucrose produced from photosynthesis is used for plant growth and
formation of cell structure, as well as for a signal molecule to regulate
expression of diverse genes. Sucrose moves to actively dividing tissues or
storage organs through a vascular bundle via sucrose transporter SUT that
mediates sucrose movement between cells. Within storage organs, sucrose
is converted to starch by several enzymes. Several genes encoding the
starch biosynthesis are induced by high concentrations of sucrose. In
addition, some storage protein genes are also induced by sucrose. Sucrose
also induces genes that encode anthocyanin and flavonoid biosynthesis
enzymes, especially dihydroflavonol 4-reductase and anthocyanin synthase
in various tissues. While sucrose enhances Cyc genes that control cell cycles
and the genes involved in ribosome synthesis, the sugar inhibits ATHI3
gene that controls the width of leaf and cotyledon as well as plastocyanin

genes involved in photosynthesis. Sucrose signal appears to be involved
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in nutrient uptake in roots. For example, sucrose induces AMT genes that
encodes the protein required for ammonia transport, as well as Nr¢/ and
Nrt2 genes responsible for NOjs™ transport. The sugar also enhances Hst1
gene for SO4* transport and P2 gene for phosphorus transport. Plant
defence system is induced by sucrose. Flowering time is promoted by
sucrose in several species via promoting expression of florigen genes. The
molecular mechanism of how sucrose controls diverse phenomena is not
well elucidated. A sucrose receptor that mediates the sucrose signaling
may present on the plasma membrane or cytoplasm. Sucrose may involve
in protein stability by binding to E3 ligase, degrading a repressor molecule
that interferes with gene expression or protein action. Alternatively,
sucrose may alter protein structure or interaction. Climate changes
influence photosynthesis efficiency, which alters plant growth and crop
production. Understanding sucrose signaling mechanisms would help in

overcoming unexpected effects from the changes.
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FAA e Ao os) S7RITh AR ZEtE 0|t Yl QEEAJoRd AJgHAdo]
Fofole ofg] A7 BES 31471, 55| dihydroflavonol 4-reductase@t
anthocyanin synthase F-84H] Wdo] FEgAA| F7IRith A2 ARl
Hofohs Cyc 944 2 2lE T4l Fololks FAES S v,
9] & XFolk= ATHI3 A7} 3g3gdel Hofsk= plastocyanin -F73AkS] B
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AgHAdo] Auto] olef ZvieEct AR tiefel A2 FsiArE S5k,

=

_132_

[al

olon



TSAZ0IM M| NEBHR NZK= T3 o

ol ASkE R $4 WA o] o5t Rolt}. o3 Tkt AERAe] gt
of] oJaf ZAE=AGE, ojgA] AsEAR Z8slo] Meto] BRI} Hge 2AH=A]
1 BRI & dRA QA gt gl £ HEe 2] siiE A
P2 AR £8P U2 ot A B A gl AL W
S =55 k= AAIQIA} E3 ligaseol| 23 H-afi=l=] Aeto] #ofdt 7[s4do] itk
T delo| thillzlo] LR E vHLL g Holsio] thald 7ko] Ak HieshAL:
WA S itk 7|1EHslo) el sk §-80] v HA] A= e &

of WS} Glom, ol AlEo] Ay} Ao Behet QJgke WXL glck b
Kejo] olgA] AGIHA] T 4 714 MRIoRA Wt Jguale] g
& Zolk

FA 49, ASHL, FAY, A, S v

= Xt
[. A& VI g
0. g9 &%t VIL 703t
I ==she tiAr X. AsAg 712
V. A X. 1%
V. QtEAjeRd XL Ao 2
VI AR HIEH
L A&

o = ] = -
ZAst= 7HA %&3} Oﬂoclcﬁ\_% (sugar)O]E}. F2 Ao HQ3t YR =
T

o AHEEH, Ao Ed2r 2859

o] = S oo}, of
4 AEY AR, ARz A dd, A7, HH 4, 3t 5 ot A
Z7483%tt (Li & Sheen 2016, Sakr et al. 2018, Wingler 2018). A &4 &
< SAZ A A Fet/dol sl AitE=t] o|FFA A& (sucrose)t AEol 7t
FEdEo] = 2B (glucose)o] FH ATEHE AEIH
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L2 Y ARAE 3 AeEdE 3 3}01 1 7] & g
A

of e, HENAE ZEFo] gt BEdY AzEds 2835 ol9
22 7182 T H AR FARRE Aol dE A (Halford & Paul 2003).
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o
f
fr 2

|0
slEtt. o g2 dopde &5 Fe, %, 9l S22 0|5t ©f
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dgo] ofgA AdeEdz A8steA I EA71Ae] & WA AA g2 o
e Ad9°] 2gY HF(fructose)22 FoEHY, FojA Hoj&E ZrgE
dgoR 7] f2o] olg& FEMA deI7E 9571 Wit 1™k
B0kl A 5019 7so] tddt AE A THEHIL At (Eom et al.

2012, Rolland et al. 2010). 9& &0 "oy StEAJotd, A Atz =9

Aol Ao ojs) 2dHT B 4G VRS Bo) o] o|FHE &
=% 2431, AZEAS E5E 75 Wk
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= RARe k= /\}(plasmodesmata)—‘é—
) of A= ATHE-FZZ (phloem parenchyma)
of gttt 19y AB{E{FRATH A Z(companion cell) Ateloll= 93
AZAE Q7] wjiZo] A2 ABRFERE AEZE YA AXE Abol9 F
Ay HEA| 2 Qto g Soizitt (1’ 1). 482 §24 AlZdo] EAst= 9
2Rl SWEET®| oJsf AARFE2 AE dfo® yow, HhA|Z A|xzuto] &
= Ag-2ukA] SUTO| &) HHA|E 9to g Eoj7 A QA (sieve element)E &
S AT o] Ferh. Aeo] HAX o] =25t #ohE Ut £ AlEZE &

x
B
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oj7t=dl ojujolr AN :ZutZ F}sfiof gttt Aeo] A|lmuto] EAst= SWEET

g o] o) NxE Yot FH HAEE SUT ‘T:‘r‘i‘—.q ] olsf| ol&3qttt (14
1). A< uatdt vzl ZHA L Alolo] YFAAZGA} Wdsto] whe
2312 &1 AAF AE 7F Adelo]Zo] dojy:= 73—% At (Dhungana &
Braun 2021). 3Aste d#Z(mycorrhiza)elyt B Z e 2ok (rhizobium)dll
Al A9 Sgote Holx A8-9A7F 483t (Kihn & Grof 2010).

- - HE@ET L

SWEET »-

Hﬂi suT -
& EES L J

= m SRS LY —

a

F

i

= (Riesmeier et al. 1992). 11

s /51501]/‘1 SUT #4277 ZAa= = o= 5 72 SUT |47t
Ao (Aoki et al. 2003), f71F o= 9 TF2 T §AA7E Ha= ok

(The Arabidopsis genome initiative 2000). tFFst 1%«] SUT FAAE H|
w3k A3 ol 5719 AFCE YNt 15 T 152 YA S0l AR T
AxY F 152 QYA ZoAT TAHY YA £ IF2 AE Ayt 4
A FE9etA &A%t (Kihn & Grof 2010).
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SUT % 471(0sSUT1, OsSUTS3, ossUT4, OsSUT5)
gS AE oA dFFARE F5ote 715 ofH,
2 AgS HxoA IPHR o]Fot= gL Tt
(Eom et al. 2011). SUT fAA7E A99] olso] #ofdttt= AL EARWlE

o]-§sto] thFet A& FESUT. S5 ZmSUT1 FAA7E Zojd 4
B2 dolA Age o2 oz By Fo] FaEo] b g4stEo] 9
2R3 I 23 98 w371 dojyttt (Slewinski et al. 2009). B9 A%
OsSUT1 AR Ido] FAEH A olso] AstEo] FAHe] 77t Eol&
1 Holx X AEAH (Ishimaru et al. 2001).

Y-S AE o7 o|ZA|7]E ghetulz 0 SWEETO|th (Chen et al. 2011).
SWEET Tefdo] off 7] thof A Ad ? TES ZEt BE AYAA 1 &
A7F BRIE Y=, L E5AES SWEET whiide Axue 7H E3kst= ¢ 4t
o gt ejotofl A YAEE= AL S THot= F
o semiSWEETZtY &t} *4%91 SWEET ©¥i&d2 Ao
t 9% ol9ole Z7tR] Y 35, E £H], AT 5 OIE L5l

o

o

o

%93 92 3t (Jeena et al. 2019). SWEET S8 & = SUT FAAAEH o
2l 7|7k & Foll EAst7] 2ol ol § T KA ZdojFolx #EY WDt
7F 3A dojyA] gttt 1#d OsDOF11S o8] SWEETS SUT SAAE
Aol 2AsHs AARIZRR, o] {ARe] WHol7t dojud M' o]so] Fast
I o i3t g Ert Eolt Ao] #FE T (Wu et al. 2018). o] B=
St AE2 7HES A7) ol AR 4GS daA7 D Be AAE 34

7]=Hl, ol dge] Y& &3] olFsty| ot kol &% SWEET &
diZlo] SnRK20] 2Jsff Ql4tstE|o] A& o]&o] ZXETt (Chen et al. 2022).

Aol Aeg-2HA BvSUT1S] mRNA & ¥ ol 3gfe w2 5x9 4
o s ATttt (Chiou & Bush 1998). AFgF2] S HojA 100mM A
GHo] G710 SFF Afolo] HEo] olFste £kt ¥ ' AT

Z7H1A 250mM AgEo] @7Hsod o|% SZsb 20-25%% A
gd 9 XL o]zol= HaE ilar, ¥F o EAst= ATPase 84

Apw

w12

=

iu) off ofl oft

.
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Lok W37t gle ZAQE Hol A% 0|59 Hahes F d7ol figt Solgt
Hgo g Helth ZLgyt o] sy gt a4 t =
- oFstt}. ofstA Yt At olfe T ol S}
2 HHolA doju= HFAY IdFY = Ut ZrFo R HYHE 4
g 7122 WolstE mannoheptuloseZt ARl 93t FF= AASHA = A
og Hof, Mego] XL o = HHHo] T 5h9fofA
I HG AHAQ dgE f5HY. o] A= Ao
w2 AXEA] ko Frpdo] HAY 7t F7lote] A TFoA 4
E27F fAasthal O A3 G|A R0 gdtEe] SAFEoEN FFA —'—57} 5
A% A2 GAIRIG R E dohdoA A9 s=7F WolAH SUT FHA
7t Z43}E o] ¥ olso] HXdH
o717t HRHHA AtSUC2 FAAe] 2R E F9E GUSO &014 RAL
A3, A@Ro|A FolstA HdAst=d U9 EFEoA THo| AZEo] of
Frog ddo] g e I W EE 2R Hol AtSUC2
Ao FE7F £ XoA Ido] fFEEHE ZC0E Bt (Truernit &
Sauer 1995). 1=yt Ag & A& whA] 2447k golgotz GUS Tdo]
Z7FetA = oo, Ao 9d) GUS Hdo] TAst=AE E45HA] &ttt
AtSUC2 &g 2ot QAte7t A2 & ok Hl Sl es
FE AT Xu et al. 2020). H71EHE A3t & ot = ol 5A7IH B
7tElo] Mg Hxrb Zrhshed], AE-eutA|Ql AtSUC29] mRNA o= Wslrt
glout AtSUC2 w3 ghego] 57}7:2“‘«}. Hlo] A2 7o A= AtSUC2 e
w2 A EaEy do] W o= AtSUC2 T 9] Bajj7} A5 dojit
7] &Y, proteasome JAIAQA MG132E EolFH E37F JAEE Ao
2 Ho} B3 ligase©o] 2Ja] AtSUC2 ©@¥ijdo] EaxE= oz Holtk AtSUC2
o] ybiquitin-conjugating enzyme 34 (UBC34)° 93] wH|#ES}; ¥
o] B3== Zlo] Yot UBC34 ©ido] Aold WolAl= AtSUC2 ©HE
orgfol WolA|al 11 A AR A% HAst= 7ol 5715kl AFAitido]
Z7Fot= A0 =® Hof o] dhiido] e Hto] F83% ATZ st o= HA
. IESE AtSUC2E wall-associated kinase like 8 (WAKL8) 93 QlAMSE]
=4, AtSUC29] QIAst= H'9] o]F 58S F7HAIZIt (Xu et al. 2020). 1
A AtSUC2 Tl o] fH| ™S} = QIAMSto] d&fo] Bojst=A] oF= &
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A=A okortt, Tl A ElAksta A (phosphatase) AAAIQ] 274 okadaic
acid)= A =std
A9l QA7 A

o a

25t #ojst= ALo2 HIth (Robin et al. 1998).

1399 B A B47t gaste A0 Mo Agent
o

FEAel BEEAE FEG Ao ik Aol A 2HoR o
o mEbA SE 9 FRo wolste R BE2
of Wgd Aoltt. ool WEoiAe ARoIA Ad A HA A
UDPet ¥Hg5te] Ihgat UDP-ZEFOR x| Aot 444 UDP-EZ
T2 2= 1-4HGIP) 22 Ql4ke} "t 3h Fpg2 QAkshEgof ofsf 3
T 6-Q4F (F6P)og2 AEH, Al Ted 6-QA4HG6P)L.E v I, G6P:
GIPZ gowigdn. GoPe A=A A22 507k G1PE HgHo] ATP 1t
S35to] ADP-EE -2 HETh ADP-EEFS FEWEO 98] 522 S2Hct
(a9 2).

ol
ol
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rlr ﬂl-l):
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=9
g
LA
oA (I ET-
154 e
® 5E GBSSP" PPl ATP
}S‘S &Py GIF —— GEP
ADP-ZECH
ADP = T‘
HMzd O |
E-g =)
==1
AGP358 N\ _ ure
IEP; '
L'zPace =TT} + GEP

-Iji.’_’)/‘ UDP-=Egf ——+ GIF ¢
== uUTE

— > 8% sugy

~ ute ume
L e —+q;:—p F&F

O3 2. M LM =2 MEtd A2 G1P, BT 1-QIi: GBP, Y 6-Q14k F6P, M 6-Qlik;
AGPase, ADP-glucose pyrophosphorylase; BE, branching enzyme; DBE, debranching enzyme; FRK,
fructokinase; GBSS, granule bound starch synthase; PGM, phosphoglucose mutase; SS, starch
synthase; UGPase, UDP-glucose pyrophosphorylase.
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AE e * A%Z Aty GUSY &do] ezttt o]
ALYy AR AlZHFO A Aok AS AT
WA @A= UDP-Zkgo] GIPE == A4,
UDP-glucose pyrophosphorylase (UGP)E AJAtst=
o] s €t (Ciereszko 2001). UGP &ae 7HEHES doA GIP
E7E UDP-ZE92 Y&7|% sto, A9% AF4

e ofl
41 ol

-0,

w

c

w

B

P ¢

)

b
o
i)

S

X

=
o] A F7IIH. o] FAAE xRN Aol glolk TAo] FsHA dojut
7] WjZe] o] 270N 499 a%E & & o UGP A= 2&Y, &

N

5713t Hexokinase A% T&o] S7HEAAY Had d
of o3t UGP FAA FdL txo] H|3) & FHo] gle ALE Hol Hgo]
2olEo] BAHE @RI AzAG B TofstA] P AoE H

G1PE ADP-ZEY O =& H3M|7|= Al ¥ dAE 2dst= Bies ADP-
glucose pyrophosphorylase (AGPase)ldl, & 7R ity w2 AGPLY}
7hel A9 Tl AGPSE A= o] ATt (Preiss 1991). ThFSH A&E0f A
E3t AAE v B4 23, AGPSE otu|ieAl A o] tfe BEEo] L
+ W, AGPLY AM¥E2 AHides g HEFo] it

Ituto= 3709 A7 AGPLe AARSH=H £7]9A4 F2 I35ty go]
HEojAre HASHARE Beof glojA= TSR gh=th 1™, 1241 4A
Y& o 1 9 HojA 3 XA JAFE 3% AY &N EUHFE
H 12A17F Yol AGPL S-3%19] wdo] F71sttt (Harn et al. 2000). &2 &
Lo gyt dgo] osiA o] RS o] ZEHA gFo® uo

4
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AGPL §4%= A% 509 ¥ Hols Z2E §5% 4 Uty 1utg
AGPSE AAfst= = 719 48R F stuel sTL19 I3 Agof os) 2A
7ot W o2 §AA sTL29] HEL2 ozt 3716ttt (Bae & Liu 1997).
o] YA E o] FHAEY Hdo| FUkcte A EAeH, ol= Bl 9
of Aol FAEIA Ut 4L Aolth. I™d o] dAolA A" Al

o] ZAojxo] glojAl o] ¥h-go] d%

EEG 2o 02 F2 AST fET 4F
Eolo] W S14) ghoieh

LAY o FE ZA435IX .
AN = fFARE Tdo] o] RojF . A9 AGPL ©@¥AS HASHs /4
A} agpsl¥ agps29] WHAo] QloAl= oFstA doju=d|, dFxHoA 6% A
3 Y= & F2 2ol Bl 8~1241%t
oo o] FHAE wdo] 28 ol SISt 1™ & gof 9Tt ut
= A= ¥, Ask: A9 e AFSHAE of A" &
9] whg9lA] & & gty (Miller-Rober et al. 1990; Cognata et al. 1995).
oN7IgH e B AGPLE AANSH= F 7H9] {34 2 AGPSE HAlsh= o
Ao FAAZE Aol s dolA TdEo] &2kt (Sokolov et al. 1998). 3
Lo A= oFstA Tdo]l gt XrFo] YO0E FHEH= RS0
271 fEZRAA oty EZro] AlZoA HdFo g HHjolA TS =R
gt At vk Aol s ol FAAY EHo| St A HolA
A AlES B oFE AR BlRSHA dojdn. FEA AHEQl A"l A2E
A& ZAgoA dojus FACRE A EH. o] AFGAE HFo] & g
AE 2= s THo] A=A oFE EA5HA &gt
EntES A 3719 AGP FAAE ™ol s Ido]l Szt (Li et al
2002). AGPBQ} AGPS1 FHAA= oA A9 HdsHA] oyt Agof o) 7
A|ZE ghof] o] &Etrbe Ao WAE oW, AGPS29] Be= AEol 8l £
Ao e TEo] o Fr dojux|gt deo] s o] F7HEUA. ®HH
AGPS3 FAAt= Ao Aot FAsHA AU AGPS1 A= EvtE &
tjof Ak Ao o3 3A[7F whof] WEo] ZEFHA 244171744 EEo] SIS
BHE FASHARE 48A1%to] Ay Wrdo] FAsklth. 18y AGPS2%
AGPB #4A= A¥o] S0i7H7] Aof| oln] &2 &4 Ldo] Hi qIAx
Aol Eo7te IdFe Wk gl 19 o] Ao 2=Fo|y T
T & OE Fol YA = AGP FAAY] W0 FItst=AIE A 5HA] gobA

upo

o
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Ag Eol9 ¥hgRlA] o= & 5= gl
= $HA 9] mAut dA = ADP-ZE o)A ADPE fojui Zrgo] A=
%01 o] AZEZ ste= Aot 582 F F79 ado) o AX=d, A=t
= = granule-

= ¥3kE Ak 2=F2 294 A dolE 24 st a4
bound starch synthase (GBSS)O]Uq At&o] A7HAE A A o=

synthase (SS)°]t}. o] &= £29] G4 % GBSSE Wt FHAX9]
of 93 7zttt (Wang et al. 2001). ZZ+-1Fe] GBSSI FAX}9] HF
ot A, ARG = oA A out WS RojFH 4AITE
A Asty 8AIZE o= o] WojAthrt 124]7F Sofl&= HHo]

A= Zo] WHEQIT. o] FAAY WHL Aol 24417 AT AofA 6% A
Foll AfM e AsHA S7HE =, Zedgoly Hg2 d=522 AP stH §hg5t
A oyt &2 FAo) golFH o] fHAe Wdo] FrhHE. AlE oA E
T3} Fpgo] gA deo] ol AR HEE £EN AoRE HIth Z®

o] AR TS 2-5t= AR = hexokinaseE QR E sF&=¢], o] 4
9] 7152 9AIStE= glucosamines A stol® Agof o5t Wrd Z71E A
517 ort}. o] mEto] o] QA WY Ao BolstR] 4SS YAFI}
a8y itttk A9l £4 f&ﬂ% XA ] I= ZACoR Ho } Hal ] o] QIAF

=ty (fructan)— HE A Q3 g REI] 2T} A E9] &7 HFEHE= g
SHE 9] stuE FU 7HEoEHH él%g B33t 98-S it Zeheke A
eto 2 BE 2uAo] o8] MAEEY, 1 T ¥ IAS uAstE 6-sucrose:

AE

fructan fructosyltransferase (6-SFT) % %}2e] drdo] He|o] QoA Ao
oJsf Fzlwo] meet 57t F71eth (Nagaraj et al. 2001). 6-SFT ZZ R
£ GUSO| d4stal o]& Ydst= FAHASAE W
I dgo] = iAoMY TAEHUZ R AT AeE e X2 o] &
DZELE B2 HAg THES YR AYPoE AMESIR oY, x5 o
£ Gl 93 vk AFEokA] hobA A9 E/9 B FXJAA= A
3

oM megeke] ghigo]l Aol o8 7ot ol Zegw /ol o

ME
[1
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3l= 6-SFT §4Ax 9 11 A A oA Z835}= 1-sucrose:sucrose fructan
fructosyltransferase (1-SST) §-4A+2] WdAo] Aol s F7fst7| wZolth
(Martinez-Noél et al. 2001). ZEg3 gt mgel s GAXES HdS
S7HAZIU I A= AR U o] §E RO ©skEo] AlE YoA d'e
2 o] o] fAAS HWHEE A5 S ACE FHHH. 17 o Ayt
o] Ca’'o] Fojsl= Ao 2 HQTE (Martinez-Noél et al. 2006). Z% o]
#A EDTAY EGTA, BAPPTE ¥ow A¥o] o3t =gk 34 F717F a4
ot ZEEZ AAA lanthanum chloride®t ruthenium red® A9
6-SFT 44 ¥FEZ AY diF&E A E3 A% 4 o0 "e
3 Bejo] AZAR Eoj7te AL A5 o= Hol Ca’o] A <ty g
A A" ASAY Ao sk AlARRITH

[©)
2 Ho o ok o oo

Iv. A73dad

e A 2Ho)H G40 ol T G| HAL Aty 1

< Shve= Aoy, dA= 84 THE 30~40%7F patatin®] il

d iohe 2ol wEsHA e e et
Rk o] AEAY £7] dHoly oS WA AT @7 w29 GUSTH A4S
1=

A HAEAT (Wenzler et al. 1989, Jefferson et al. 1990). 1HH A=k
(60mM)9] AgoA= & W37 A9 il AsZ=(300mM) AT Hdo] &
7t A PxE YAS 3F Fof WS JOoE Hof H¥o] A Ed=E &
L517] Ege 7H-HZ 07 patatin TEEHE A=SE A0 F2 HIL
FFutols 84 AT R 9] 60~80%= sporamin®|® °F 5% HZ7} B
-amylase°|th. It RS ETt AT & 7 o1 AT} YAFOA
drokE 543 @7 sporamindt f-amylase T o] F7tstH of wyl
A9l FHA HAE F7sttt (Nakamura et al. 1991). ©d Ao+ A9 5%
of mlEIste] 6% &AM Ao ttEm, FHAA THEL A" A F oAt
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i
pat)
O,
N,
L
o
rir
o
o
)
|o
fru
0,
do
)
>
i

N7 G HANME B-amylase T F 9 FHA o] HE Ao 9T
3A F7Fttt Mita et al. 1995). f-amylase mRNA 42 A" A
o ghof] #EEoH 29 2 3Y ok FYU FO mRNAZF HEEHUAH. Zk
I JIE o] AR HAS FAsk= AL R Hol oFA ZRpeF a1Fulo] A
Aog Hth, Zu|FAE A& 9%t o] fHR

-amylase AL 4P} ol BE BasAE, Lyt Pyt BRS
89l o714 f-amylase ZEREHE GUS el Eejo] #o] 473 A3t 4%
2 o] §A%Y mEEEd Mg} Aoz Bl

V. AEAJoId

ne
=)
9
AN
2
i
fr
=
B>
i—“;
U
sl
ofy

Lt ojy ME EHE £7F

FolE FAsty FuiE EE HAA St dEE Tk (Winkel-Shirley
7 , A9 59 &4 AE

gAs Tod B7)= SAALE Yl 7= o0 (Gould et al. 2002). ¢F
ddehdol A AlZEo] of7 A9 vgS AX B

=79 BA7F AAdEY (Holton & Cornish 1995). 7] @A A=
phenylalanine ammonialyase (PAL), cinamate 4-hydroxylase (C4H),
4-coumarate-CoA ligase (4CL)°J 3] #Hld&atdo] 4-coumaryl CoAZ Hf
Atk L2 @A = chalcone synthase (CHS)O| 93] 3 E4}2] malonyl-CoA
£ TAAZHOCE 4-coumaroyl-CoA°] SFAIA L=TMME HH+= naringenin
chalcone©] A=t} o] MALE chalcone isomerase (CHI)O] 93] FA19]

naringenin® & HHATH 32 dihydrokaempferol (DHK)S A5t &HA

ojfl

o
B

H1

oZ

ox

i

i)

N
g{n

o M
dr o
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Z flavanone 3'-hydroxylase (F3H)o| <3} o]FojXt}t. DHKL flavonoid
3’-hydroxylase (F3'H)oll s 4t8t=lo] dihydroquercetin (DHQ)O| =AU,
flavonoid 3’5 -hydroxylase (F3'5 H)°l oJa] 445t o] dihydromyricetin
(DHM)e] "tt. 4= dihydroflavonol (DHK, DHQ, DHM) 4 294 9|
5Fsk gh-gof Qo thFst MZ-E W anthocyaninl® HHATEH A TA A=
dihydroflavonol 4-reductase (DFR)°| 93] leucoanthocyanidin® & 2+
1, IS @A oA+ anthocyanin synthase (ANS)oll oJs] AstE|o] &2
A9l cyadinin, H2 BHEAO] pelargonidin, & FEM9 dephinidin®] ¥
AE o] MAAEL g4 3t vhg 5ol sl thFet 9] anthocyanin®
2 AgEd (9 3).

Phenylalanine
lPiL
Cinnamate
124H
4-coumarate
liCL
4-coumaroy|-Cof
3 » Malonyl-CoA -ltHs
Maringenin chalcone
lCH
Maringenin
lFBH
Dihydroquercetin -Fﬂ Dihydrokaempferol EH Dihydromyricetin
lDFﬁ 1DFE lDFﬁ

Leucocyanidin Leucopelargenidin Leucodelphinidin

1AH 5 ANE IMI 5
" : — il I - —

O3 3. QHEAOFH Mgt AZ. PAL, phenylalanine ammonia lyase; C4H, cinnamate 4-hydroxylase;
4CL, 4-coumarate CoA ligase: CHS, chalcone synthase; CHI, chalcone isomerase; F3H, flavanone
3-hydroxylase; F3'H, flavonoid 3" hydroxylase; F3'5°H, flavonoid 3’5" hydroxylase; FLS, flavonol
synthase; DFR, dihydroflavonol 4-reductase; ANS, anthocyanidin synthase.

QPEAJoPd AFgH/go]l Aol oJsf £X1= = Aol o A=oA EIEUH. &
HE X9l Vitis vinifera BRFA|E A tEAJotd stEFo] 150mM A8 9
5 128 3715t (Larronde et al. 1998). =3t 3tgo] QAT QLEA]
ofdo] FA &= o= Hol He Eo]9 vh3olztr|Hrt= TdFol 9t v

o
<
A 7bsAde] At Wt ALr HAgdt {ARE ¥H-8-& H o] mannoheptulose”t
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FHgS Alste 20 & Hol HXK7F Aladg E3& A&ste AR &
=t} (Vitrac et al. 2000). Ca** 9L 9= verapamil®t LaCl;7} AgdkS
AA5tH, EGTA A& Ca® 7|5 Adotd Aygutgo] Fraste A

Hol Ca®'7} Ao 9a) MaA gis & o 2

S o] QS 9 "RIAEE AAsts IetEdE YRS Adfste A2

o] Bkgof A QA ERlAe V) Fojst= Ao g {FFHT (Vitrac et al.

2000). QtEAloPd A9Hd HAoA A-&St= DFRY ANSE W=+ 44 &

o] dgto] 98 E7tE (Gollop et al. 2001, 2002).

Ag2 A3t HEn £ M7 F7o] &3] AREEHT (Halevy & Mayak
1981). u|, S|oAlA, FotES|A, HeehA]|, HFUol £US HolA 4% &
Hof] F7t FOo W QtEAloPT Aol Sttt (Weiss 2000). A®ol £ M7
= SRA7]= Aol @5 oyA gl 2t AR ke o] Fol] AEF
AR ZGofAIA] ol H AZEEE ZHEA QA= AFEHA FUH. HFY

E2 £99 UEA M SAS A5k d= Ao Hop v
o] FZ& Agsto] 7 AFEY AEH A o5 A0 R Ho|X= gt 1Y
|7t A== ZA0E Hol &2 oA

o

o —1N' i

ol

o] MaA BEAHL

2

WAL & dojuA= AR HXKof 93]
AMAaA7E SA4EY, gtz g dojuAls ZAT HXKY & o8 71489
2-deoxyglucose® QtEA|OP] FAALS] HEE EXok= A LR Hol go] oy
A& 20| FHAL] WRlo] F71st7| Ktk AT ELE 4
(Neta-Sharir et al. 2000). T3t HXK 7|52 9A5t= mannoheptulose%
Zofl oJ5t tEAotd 22 &As] AAIst= A= Hol HXK7F ©9] 4Alad
o] AHA dTZ st= Ao R HQl

59 shES dojujo] 175mM Ag &0 E@7F BoW 19 FRE UEA|
ofd o] F7ketr] AlAtste] 0¥ Fole 1 el 10d Ax S
(Hara et al. 2003). =3} & tEA ol AL =A%t 18y e
QLA 3-O-methyl-D-glucose (OMG)oll 9Jdfj4= ¥hgo] dojutA] gi= A
Hol AH&Eoto] ot W82 ofyth. CHSeF ANS f4AHe] Wdol %Loﬂ LS
T 1 wtoll F71st7] AlZtsto] 647k A9 713 <t X
A, Zrd, B3| BT ¥Sshe Ao=® Hop A% —‘—ETO]Q ’ﬂiﬁ‘é}ow}ﬂ

—_—
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H—‘

Hote Zrgoly 2y tjapibEo] ASEAR Zgote 202 Btk 17
o HXKE & Aede2 ofd A #&th. HXK F=zhd HXK| 7129 T
Q20 o3 QtEAJoPd o] dojuof sh=t] 1¥A FUt.

o7 Aol Qs QtEAJoRd Aetd FAAe] wao] F7tsto] <F
EAJoldo] A=t} (Teng et al. 2005, Solfanelli et al. 2006). ¥EQ A%}

ZEFE PEAlOMAE SAAZIY 1 A== A" Hgf ofstx 2t 4%
A2 T 12470 A olm] FEAJobdo] SHE7] AJ&Ste] 11 & A&HHow F
ZFSHAINE WEQ AL AL A 60AIRE F71A] QEEAlotd o] 2 W3l
7F UL 120417t A utoF AAA] ko] ekttt Wb o] 359 v
DA dFezm Heln. 479 5d A4 10mMAAE FEACIT %
ol SA=H 100mM7HA] skof HlFste] M9 go] F71et Aoz Hof
Ago] EolstA 45 EFE AE3 AOoE HIY (Teng et al. 2005).

43719] of7|FH AAH HITS AR A Cvi ©F2 A"l tigh §h3o]
Mg AS Aoz Yetgy. Adgof BEEsto] FEAlobdE £43h= Ler MEY
HHE5HA] = Cvi Mg wHljste] Aol ¥h3ote Fd& 4% 23 4719
QTLo] EAst=dl 15 7P FFol & Al U= FAAE mappingdt A3
AtMAP757F 83 FH {HXE AZEQUH. AtMAPT75 FAA]| #o]7} dof
b AES AR A MAaA7E SAEHA %= Ao R Hop o] fAArE et
Sof 9] M4 =ZE Z-oE ZAoE Hlg, AAZ A" AtMAP75 £4
Z4o] WHH-& Z7HAZITE (Teng et al. 2005).

ETtEolE 9 FEAJotd Aol ot o7 FAAE &
F29 FAA7E Aol o) B}d‘ﬂ = H3le=d, 15mM 5= Ed
g ZEFOo 60-90mMoA A tiotsith (Solfanelli et al. 2006). A
A2 & 6AIZE oW mRNA7P AEHfdeH, 2eg, Y, TYE 5 HE
o= BHESHA oottt Zxd ASQIAE deXl HXKI1Z FEAoRI 3
Frol BojstA] Y= AR Ht HAgo] g g FHH= ARl 4
F FoA A7 7I5HA otk PEAlotd At FAAY] o] Fret
ok IR 7)ol BES A% 5019 vhg2 A 71&’t vits vinifera
Bl FAZet v Fyol &, 133 79 SHHjEolA QtEAJoPd &2 o] d® & of
Yt gy Ao osiAE dojd Adt= ARt

=

A3

1}

2
=

Sl

Mo

i)

o oft oSfl rir
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(Murillo et al. 2003). ©] §ZXE WojA Tt sH
7t YetA =Wl Magnaporthe oryzae®t E
71= F. moniliformed AZZE S7HA7IH, HAE A Erwinia
chrysanthemi©l WA E AFA o] ZF7I= A}t (Goémez-Ariza et al. 2007).
SHEFAE PRms 4R A E HE 24 A7 QoA A9 s=7F 5
7tEl= Zo] B|AESY. o] 21E EYE 719-= &Ho| 300mMe] AT
dol& A3}t PR1la, PR1b 5 HAFA FAAES] EHo| 6AZF F
1o A 2A F7Fst= Aol #EEJT EIF 300mM 2% XS Sl e
d & I FS FST A% AFES A A=2 7% PEGH =5 BEE
ZTtof Hls| HAFAHol AA STk
o|e} FARRE A7t 7| Hol A TEE AT (Thibaud et al. 2004). °f7]
Ao AlEo] Aghe &0 A= H7IsHH PR1, PR29F PR5 & BATAE 74
A gdo] 7MY Z=F e PR2 FAA TEe SHAT I F=7F R

s
4

(Hc")
(O

Ho o

_I(I:)—A

VIL d
Ao AlZo] ety wesiid] "adl oy doln 722 FAstey A
22Ql Bdo|th, 1Wul oYzt Mgl AREIL 21 HE FHL =
1=

b

S doj&d NZEYE A = Gl A7E &
Ast= CycD F3AEY o] A5 (Riou-Khamlichi et al. 2000).

g A5t CycD2 mRNA o] 4] Z7}sta
CycD3 mRNA & 9u] Z7kich. 2de] m=go] 9sjA%= CycD3 mRNA

[e]
ol Z7ST. ES ol T 82 H of71g o Aze] S doixw
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CycD2%} CycD3 F4AF wdo] 6A|ZF Tof 158 Z7H3ith. Protein serine-
threonine phosphatase type 2A(PP2A)S} PP19] AAQ QF}chAto] 95|
Ao 93k CyeD 4AA ¥ f=7F AAEH. £ PP1Y} PP2BE A|sH=
tautomycin®l A Lol At o] Ak o] 93 CycD A&
e e 24tet 3go] wofstes A AR

AR fEE FHLZ AT (Kojima et al. 2007). H71FH ofd A&l
A EE SldE0] S AN o® £E3H= nucleolin FAAH] TEO]
6% A"l s 2A12E Woll A5st7] AlZste] 6AlRtel] - doEn. &%
(10mM)9] ZZgo] oA o] FHAe] LHo] 7ty WY E, 2-deoxy-
glucose, 3-O-methyglucose®]| 9= Wdo] FLEHZA Q= ZHOE Ho}
IS 535 ASAGE HQAY. pre-rRNAS ASA7|&=Y AE35H= small
nuclear ribonucleoprotein complex®} snoRNPs F2%x}9] ©dE 4
S 3~10H) F7Ieteh. E3 2lEE oWAdS Aot fAAY HEE

eX

A2 AZEdY S4S X5t A oz A=Y dgy 3o dF=
Zt}t. Homeodomain leucine zipper (HDZip) §&AF % slyel ATH13S
IESE f7IgH AES ARl ZAE HjA|of 7]¢H Ayl opyY AEEG
Q9] Zo] FolAtt (Hanson et al. 2001). IEdH ATH130] A&9
Els < Wofote Ao2 Bt xrgoly AgoAL Zo] F
oW 1 Amdte v Foh 3 HXK1 fA%e] #dS WAy Fo|datx
w S HHLA] &= Z19F Hol hexokinaseE 53t Al
S0l #ojstA= Y= A Zrh
FEE oA AAHE] Tod5h= plastocyanin A7 of 714 H A%
Z710 &/d3tE=d 1~3%°9 d%2 ol #AA HdS AA T (Dijkwel et
al. 1996). Z=F % AAstY 1 a7} oFsts I, trehalose, THHES b
A IS FA L= ZAO0F Hol plastocyanin A= Hg Eo]o] Higog
t}. Plastocyanin F4A H&-E Ago] A ol= 7122 ¥s]7] Yo 74
ZF1t (Dijkwel et al. 1997). Plastocyanin ZZ R E o] &35
o

o
=
T = luciferase RS B4 of7|1A o] FAAE AlAH &

¢

=
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TEA
==

OIM BE0| MSEEZ MEoh= 71A F7

nHu

< AEAE 38 dAtsted A"l s FF Hato] A€ o] ”‘Z—J
FA| ARl E FEAIX & Aol o8 F3F Tito] AAEHA &= 4F
Ho|H & E ;. o] Ho]A o A& plastocyanin ©do] A& 95| 0”1]5]7\]
A%k plastocyanin A} o] Qo= Fot/do] #HATL chlorophyll
a/b-binding protein (CAB) At} RbcS F-AALS] AL of oA H&r
of ofsf wao] AAEHA=T foll 71&tt oAM= Bl Tt JA A4}
o] dojupA] ATt

i
Ir
oy
ool
=)
il

o7 ofd AE2 A'ol = WAl 719w dxHoA 7197t L3 9
Aol 4A1ZF =EA7IH F2 shlEo] kb dd gl EAFE Helth 9]
23 2P EUENAE UEU=H fEAFAC o3 ®vFo=® sBre At
(Barnes et al. 1996). °]2|gt ¥H&2 of® A& A™o| Sl HiA 7]¢H
UEtUA] 2=t (Dijkwel et al. 1997). o] A= A9 F5EA Atold] of
1 ATAA7E gt A dATH. A2 shlS 4A13E FXlst= B
Al AHZOIE 22N e 283t 7| odAES dZx0A 715
W ShEj 0] AASEY|, WS HE(30mM)9 A8 golFH st Aol

A ESREH olf3 AL HIA|AHZO|E TEZEO AL dojdtt
(Sheng et al. 2021). A2 Bl AH Eo|E 484|291 BRI1Z BAK19 2
S G E3to] BIN29 715S 9Asta, TOR-S6K2 HAEE 53 BIN2E £3
sto] shjE AAE £Xohs ZAoE HAY (O™ 4).

HatA T AHZ20S  gRY e ®
. ol

. EIAK1




Sot=T| 7—‘}%6}% AMT FAA] Hdo] 1%9] A" 713t
2.58 Z718Ftt (Camanes et al. 2007). 18y 23t
O

HF2 AMT §73749 FE 2 FEYob F45 FAsHA ekttt Fdgdol &ot
A Balo]A B9 w7t F71sta 1 Ad AMT |A%Y @ddo] gyttt
olg|gt At FFAl o BAAH Aol HYRE o]Fdto] ATEAR 2—}%8}

>~l

o] AMT S4%E SA43AA dRYot 55 £X6ta 0|2 Qlste] F
o] FAFH= AL HolEoh olHth FA 3FFO of7|F AMT @X}E
o s W&ol etk 2ol 1=t (Lejay et al. 2003). EZH NO3”
A FAAQD Nrtld Nre2&k Ao s ddo] F7HTh (Lejay et al.
1999). 1 2o= SO& 28EAIQl Hstl 42 & (P) 28491 Pr2 R-AAY
HAE G2 A HeoA Ayl s S7HEIIT. 19 E Nrt2 Hdo] 4
olglox ZLGy o] oA Aegty} H|3t JLE FUstE AR
Hol, o] gxxte] Wdo] Ay Eol9 A5 o5t A2 ofd AoZ Htt, of
713t AMT 5-7479] Wdo] 2 gof osiA wdo] F7tsteA oqRe A
gotA] QotA AE2S YEr] oo
A 2718 ZEhA Aol E0%e iAol E8Eow dAoA A7t Y
Zpe]of] #4F7]go] Wagith. 1™ 4~8%2] Aol JsfARt o] gk ¥hgo]
oluba 2% Aol oA doluA] Y= AOF Hop Heo] AR WY
35t A5 EARE FEoATL B7]= gt (Xu et al. 1998).

VIIL 7A3}

2712 At YEol 2L WBAIY] AT PFHOE AL Hole B
oAUA7t Waste, oleist Wk Wste Avdor £4F 4w/t Wastd o
e AZOIA T LR B A7o] o] Awie] Mg Hrst F7
shul 271 HANE AP Fgol F/MT Y BE F7He R UL A
97] HAo] Aol Ao Hob Mgo] T wEkg ZWSH: AFBAR 45
=t
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Ago] e} A2 E Wot £ S8 %= Aol MARNSinapis alba)oll
A AL #&ZAE 9t (Bodson & Outlaw 1985). ¥l AA= wro] Zo|7} 8A|7to
2 FAEHY E3= Ao] AAEE=H o] 2AA 7|9 AE& R 4ol7t 22
AZEo & S A YAY Hof| & 8AIZF RojA WS WHAA EHE FE=5HH

10412F ool 371443 Wol A% 557} 50% S7ee 12y 2egat 5
o BE B9 Wwob] e F718 s ol et 7] AR An
e BAF A7 At 20 F AY FEE 27] 8~1247 Fol 3.58 57}

Stal 12~16A17F Zo= 58] Z71st= Zo] TE AT} (Lejuene et al. 1993).
TantE(Xanthium strumariumy= G244 A&E°lolA oFole £HA ¢
o7} E;q-o] 7ol x| lo] ﬁ]—‘:tﬂ AAAHo = wto] Zo|Z ZA stAY HHof 5
Zo} Z ddo] R EY. FF7|E ¥4
= v‘f—; s F=et —?— ]Oﬂ/ﬂ ‘/}2— Ao A% 23 499 5271 5

Fhsk= o] B A (Houssa et al. 1991). 34 429l o714 ol

71 o]f= ATH
steigte 71 9tgo] S7hsHA]l 271 v:o]‘:]'. 13101‘ “%4 A= A@dAo] 24
Ste= gedtE &Y 717 AR fEstes bl 285ttt AL ASH A
HHo] EAst= SdtE H E42 SHA ey Ao FH ©stEe] 4
2 A" v&9 ¥ AgE ST 452 4+ Uth
A St AEQ E=XP(Lolium temulentum)® AT GAZXRA =
Ho| dgo] 2 Y& EASHA Fou, FAd= ARt oA TN e
AT FZ7F HE2A 7k Zo] BwEEHoH, YS RojF= A7]9] wpx|g
of A& W 4% 57t 7MY 2 Foll =95t Aol BEEHUY (Perilleux
& Bernier 1997). o] Z3+= /2t FX5t=H d®o] #olst= AS AAIT.
AgS YRA A& 7eiFd st FXEHE= Aol wiF(Brassica
Hlo]
SR

_I

|o

rti oX o
o

Al

campestris)?IA R1E At} (Friend et al. 1984). FZ53 Aol A 7]
A9 AE A"y /MaEA 2t 6L AT Ay G2y BRoA R
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stE70] dolg=d M7t JAEH= 21Q @ oA H" 2t ¢
AR Aaes NE dASH=T 292
Hor At avrt 340 AsEd aee 5T
ZE o] 80mM7HA skt HlF sttt Tty E, EF 22 Z(PEG),
2 NS FA5HA] g2 AOo=E Hol AR} AEH A 93t AL ofd
Ch WAZLS] ARe ROJA ThiFol: NS SR E= Aol BEEHS.
(Deltour 1967).

=35t Ago] o A7t SHEnt (Sun et al. 2017). =35 FIXANA
7]1%H £ 1= o] AAE=H 50mM AgZ dol BFH At £2 %‘ﬂr.
TooA M ERECE FHEHE FAA Al FF dedl 15 CmFTL2 &

AL 4 Je %
M

24A17t0] Trdo] A F7kekth. ¥ 2oy w
s O Bk MezaE fARE S HekE REskeA 2434 gotA
AT 5ol9 WhEQlA ofR= EA &t
Aol 3t fFEof Tofdtths M-S fATH AFER FHSAY. ©®aI)
E Ao 3838 98-S st AGPase 44 HdES W& A HolA|9 §
o|E7]oA ©otE FA2 dojupA] ARt e S A FTlsHe Aol
T EJET], o] HolAl= 2~45 44 Zo] Fr} (Miller-Rober et al. 1992).
EolEo A B8-S WE=t 2-8-5k= sucrose-phosphate synthase %A}
THS dollA BolstA Idst EntE FAAdA A 59 ol 50% 5
7Vt R NS 7HA] 717k0] 78 B FASHAT (Micallef et al. 1995). 7]

oA ASA 7] 2 FAAQ] CONSTANS (CO), GIGANTEA (GI), FCA,
FPA, FVES] Wo|7} dojuw Wol7} gli= opd gl Hls) o] =A 1=t ]
Hol A A'ol E0i%= iAol 7] ¢H opdFn 2 o] ekt dojdth
(Roldan et al. 1999). 28U /gs=2E §ZARQ] FTL FWAC] #Hol7l Lo
@ AEA = '9E Yol FHEE MSA7E SA6HA] Bt o] At A%
o] CO ¥ GI 5 o3t 7igHA7] 2 AR M3tS2E F43 Atole] 2H&
Sohe AS AT "Y' olQo] thE Tl 9%t anE AFekA &

do

e AZA o o5A7IE AU SUT fax] ¥ =
MSHAI 717} Jgre whch, o] NiSUT1 §24 whalo] 7hagh wolAle 4
Fo] glo] FAHL Ao o5 o] Wol Fasto] A WA 2
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DSAFONN 2E-0| MESEZ XZ5i= 7% A7

_l'l:

st A7 A A A AT Birkle et al. 1998). o]o HHal StSUT4 &
AAE AN A #HolAl= AHdojA HAe 57t S7Ha Zo] 4F 1
A

2tk (Chincinska et al. 2008). B4l 3¢ SUT ¥HdS TAA7IH N5t

Add HhE, #AR 49 SUT RAAE AAAZIE Aoy S4d5e Adtd #
A< Bloh o] A= AAY StSUT47E oHE SUT 449 7l15< WalishAl
dojue ddez F52 5 oy HE A9 SUT4E AAAE FEsteA
AT L7t Atk EUE LeSUT4 T Ao] LeSUT1Y A= ZAFst= Aol
Hyd Ho= Hol & SUT ©ild 7+ 2280l dojual a2 AlARIT

o9 oy A Ait= A"l AuEdr AEste AE9 A EES
24%0= 7Hde ST A9 od & 84 TEH I oloA
ATE ® X2 ol AFI7IO F2 sstEdelr. A3y A2 99 RE Vi
7] Wzol A9 AAAA 715 ol dAEEY 7lsS FEsH] ¥
o 23y g o3t Ao F2 oY AV ¥, I, 5T &£,
o 52 2dste o, 492 A& AEdA ekt AR 59 TeE =
= AzEde Agste Aoz HAn

a8l deede Agedre of 494 2o 4351 o] 40| Alx
ol A ojgA Agste] FAAY TdS 2dst=A 1 BAVIAS & EEA
WA et 1 olfre A7el 8 AdHE dBRel ot aet A A
A7 detdls 23E #2571 olg7] dield & 9 o= dgo] ule
Ot oz AsHES fedshe ALz Holy] miZoltt. offjd] deo]

A AzEde FEsteA 449 44E dE =9 24

A A Fee gl AAR Al Ao ofste Zlolth. AAF AlaE 2E35t
E2 oBE AF5H] HdAe F2 T2 RE RS 2 vo] E457] &
ojet BlZHol &< & dgof] ofsf =2E T Rgtol= AE E4%tH. 9
£ 5ol 479 StSusd FAAS ZEREE GUS ZEE 0] 2094 AR FEA
A€ WE e AF A2 E shd H2EH FHo] T (Fu & Park 1995).
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ole} mR7FA R ALY AFHMAQ patatin FHAS] ZEHE FLE GUS
PaEo] 2o AZtE FAMALA A =EEH EEo] HEo] o3 F7HT
(Wenzler et al. 1989).
E9F ghg ot StuR Al 50 Y-S YO 7= Agrobacterium rhizogenes
of WAst= Ri EAUES] EA St rolC FAARE ™o o3 wdo] 571
st=dl, o] FAAe ZE2HEE GUS ZEE o 2ojA HHfjo] FAHSAZ =
GUS ZdS 24 23 AR AlxoA dgof oJsf EolstA 22¥ Tdo
27t Aol JHEHAS (Yokoyama et al. 1994). HuE 2 &5
(40mM)9] AgolAE §FHA ddo] fFrEglon Ay AP & A7t oy
o] Al E e 19d A9 olQox XLy} o] ofsiAE ]
7ot =dl, AY & 48A17F Fof THZ ARSI E TLAfolof
o8 MBEHOA o= dA ofy dgo] E9OoR TheE s
ARIA] FESH7] ofgeh. HE & F2 AIRE Ho] A HEE =
o| ofgt}. o] AN = ZrRE RIS FA A BATL

of &= F97F AAF AR RE FRAY 94~134bp Abolo] AHal 2E
AA=Tl, o FLvt Hojjo] d'o] o] o] ZT7t=A £AISHA] ghobA
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olof Tzt &Qlo] ¥ sttt

floll EAT FHAS HAL Al&o] Aol osff 2AE Wreths A2 o] §A
g9 TS 2Eok= AARIAZL Ago shEsttts AS sttt HARIA
24 Ay 2E& T AR & AtWRKY20S £ & Qlth. o] HARIA
£ AGPaseE AAFsh= Apl3 F4A9 ZE2RHo| 2y Aol ddS 24
sk, Aol o) &do] A5t (Nagata et al. 2012). WA ABof 2
3] AGPase ¥ Z7H= AtWRKY20 HARIAFS] &A3to] 9]t Aot} o] A

ARRIAF = a1Futol Al AGPase 7l5= St ibAGP1 FHAS I E F7HAIX]
t} BEoJAE wl-§ Eo] WRKY HARIAQI SUSIBA2 FHA7F Aehof] o3
A ]/\1 T&o] FEE (Sun et al. 2003). °] FHA = EE] HlfolA g3}
o] #oJst= [soamylasel FAAE Aot HARRIAo|th o] st A}
RKY fAA=0] Aol ¥gst= AARIA 150 &ot= AE TAIRE

5). 28y A o9 Fof s 47t WRKY FAA=2 &d
5 =4 AFEo] A ot ' 5ol Adodgo #ojst= 2E AR
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A FARY] FHo] b=, AY AR E ot o
AARIZH= Myb75°]th (Teng et al. 2005). ZL¥H Ago] o]
HARIZLS] - o] @A F7HA 7R of i A2 gltt. AARIZS] mRNA
tHslElo] F715HEA] ol ZERREH Rt 7 9AAA

BEAY Za7t ik woF AARQIAe] ZRwE 19 wiEo|gd olF 2Este
A 2 Whg Zolal I Be A9 dgS Esfor

2 AR g do] Zhgsto] T TS HgSkolA L 1 R R
W A" #4 dldE WA A E445 Ht
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4
30
Hu)
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°
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o] Z-gsto] difol /Hi% Az 28 7S AT =& At

AGPaset: 5 79 e 20 il QAGPS)T & £5+¢] Tl A(AGPL)] 2
otel Wle) Auislz AL, A4S sus Dwd go) Asdel Yol
ola] wlgH4sh Aee wo] ZAGh AR AGPS 1] A4 TS B

Sto] monomerZ WESH=H Z-E5to] o RHNAE o] A4S ST
(Hendriks et al. 2003) (¥ 6). 542 ZZolA] YotA] Yo A¥ L7}
2 HolAoAE A2
AGPase 84 =7} &2 Zo] #EEUAY. ol dT0°] AGPase @ &AS 43}
Stz o ojdtths 7HdE Btttk A|AH QD Ao Eofist=t] B e 5410l
Tofsts A2 & <A Aok wEkA dBo] Heds4le &3kt AY o] 9
7125 oot AAAE AASH=T A48T AoE FFEHY 1 7|32 AT

A ok
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I8 6. 0| AGPase THUZ BN APl= BAT

SUT7F Mlz2dtolA A8 46t 7]15 Qo A9< A4lst] Asdg 7s

T sty 7FEE AT (Lalonde et al. 1999). of7|Ad|9F EntE o] SUT2 G4
A7F ARo|A AY 57152 SHAl RSk Aol ASHe] o] " do] g &
g 0|99 & 7|5& & Aol FASHAH (Baker et al. 2000). o717 HH
oF EvtES] SUT2 ©@¥d2 AXoA B2 AASh= SNF3 % RGT29 +24
o2 g FAfsith. L2y off 71 SUT27} iEOﬂH Age Rkt Zo]
ol WEAIHA SUT ©ido] Hde 4AlzEdolzte 7Hdol oFsfizlth
(Schulze et al. 2000). Ag-25A] SUT7F A& Al
Botvhs 7HEE AR A A RESEY =29 ofx|7F gk I-H SUT
7 o8 i dn gedsts AS Ago] Weliste] I anE doks 237t 9l
ot A AgHEAQl MdSUT12 cytochrome b5 (cytbh5)9} Agste] A&

ouhe A% Aoz FHHL, o713 SUT4E cytbse AgaT. of
g SUT4E olmute] EAshs vz AEd Wel 4% 7t gow
cyth59 SUT4 & 719 Aol HAso] AnzRe AEYZ| HY 24
of FHHAT, AEY ] HF H57 Bol o] % G zhe] Aol o}
Hol g 5o LA (2 7). LEE1% o) AFL of71F e FA
o2 Asfati] of M, Oﬂ/ﬂ SUT4S} cyth57} Bojsls Aoz 24 1
de EEFe o] T oy o) 2L PS4 g JOF Hop 4F &

o]
19] ¥F-gog HQIth (L1 et al. 2012).
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Li et al. 2014). Y9oA QFEA LY 3 SHAE
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| B18 AT 71&5t9 = (Teng et al. 2005), Myb75& A#|& o]
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Ag2 AAF & mRNAS W oA A-Est7| = 3
AARIZL & sl bZIP11 FAA = el 243} 1 $H
= A0 2 Hol A=A Y o5 AEshe Ao=m
9] coding #H1E wojllz ZEREL 5° UTR 181 3° UTR #9E GUS
2B o] ZolA RHE ZIHlE FAAE of71 o] FEASS & GUS TES
A% A3 g2E TEo] 100mM s=o gl o8 ZA A== Aol &
ZE A}t (Rook et al. 1998). E=F3} I 5 T2 o 98 A= GUS &
AA| @/do] dojuA] &gtew, HXK1 7]so] ZAE o7&t HolAoA
A5l AButgo] doju= AL R Hof w@go] #olsty| Hrpe A% 5ol vt
S0z HOltt (Rahmani et al. 2009). 1‘“—1‘31] bZIP11 A9 mRNA%k
GUS Z|ZH 2] mRNA o2 A"l 23 #dastA| kil 35| F7kett. wat
A Adgo] bZIP11 FAA THS £2E5t= A2 mRNAZF TH=0]d Fof Ay
Ste ZA0E AEAS & AUTH
bZIP11 FAAe] EAst= 71 5" UTR FHE AASHH Aol 2 dA 7}
dojupx] =t o] Eof= o8 79 open reading frame (ORF)o] QU+
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B
g, st Sd™olE oA EANT A} 2879 oin|kAilE TE $ Qe
ORF7} Agdt2o] #ojst= Ao E YEY T (Wiese et al. 2004). ©] uORF=
AAE A S e, 0|9} FARRE uORF @i o] thE bZIP F-AX A%

Uehdey, of 714 ol oAl Aol bZIP $7A7} o ORESF SAFEE HAS 2
T gt 1% shuel bzIP2E AT A o] $ARE Ao oe) WA

g0l A== Aol AN eH, o] 429 5" UTR #4919l Sl= uORFE
BAS A3 o)A x AEutgo] #ofsh= 2o Btk bZIP11 §HAFA A
ol §BHg5h= uORF 9HEE 25 A stAY I 24 st dgvreS ¢
£t ol fAFSE uORF Tel 3} vl Wolo] HEH ofn|leAbZ HSIA[7|H A%
U8 AMASHT (Rahmani et al. 2009). o83t Zil= uORF @@l L%
7b AgEkgol W $2% 4TS st AZ FAITTH uORFY ¥ A& A=
?l AUG ¥ ¥ 3&o] W2 A7AERE FAH] Adetl, ol 580l £
< 712 v Agehe2 |AEHY Fol s F |49 " 880] Ho
Aagteh ol#d Adte bZIP FHAS] 57 UTR #4919l U= uORFY ¥199]
Floll Q= bZIP ORF9 W9 R&Z AAA7= AL AASHY, %2 uORF
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T2 9. ME0| TsE0IM AthZIP11T mRNAS] 5 UTRO| Ql= UORFO| 22Z0| Q2 HIEEE 225K 7|
X DAL

BHA B FEE UAASH H
non-fermenting-1 (Snfl)°] #ost= A
EoA EAEE Snfl FAF @A LS Snf-related protein kinase 1 (SnRK1)
olg}x Wwslgig|, o] AL wlo} Azl w3} 5 thokst WA sE A

Sl= Al EXRZ 28 O]'EP (Purcell et al. 1998; Baena-Gonzalez & Hanson
X Eo]

Ax HEE 2Esk=d sucrose
o Z dHAY (Thevelein 1994). A

o
=
=12

=

AE AT YA AL Assitt. 9 7t Z716HH SnRK1 AZAY

o] AA|E+=d| trehalose-6-phosphate (T6P) & <QlASHH o] #ojsl= Z o

2 Helrh

TGS AASIAA Ertr-6-Q4 (G6P)CE ZjA]7]|= HXKE 842 %

St A o]9o] =g FEE JAASIY Zhy AodY B Hojrtth
o}

oo »

(Rolland et al. 2006). HXK19] &1 715& glojz oy AsAG 7]50]

A& HolA|E &golo] HXK1C] & 7HA] 7]5S st AL St HXK1
2 FIH, et 29 g 9o AT w3F 5 ohgst I AsEAR 2
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= Aol 2ol SsiHE 7ol ot advt yEueE ole 2T 4
=0 S°7tA Aoz v £ i, O W2 deo] Zxgoly g g2
2 HEH YEes d4d = Ao @Y 45 WA 50mM ko £

Lo ol 8AZF 3o I o] 59 U= oY A FRY sE S

StREY  7.6pxMO A™I 25.6uM ELY, 16.9p¢M FHgFo| HEHJTH
(Morcuende et al. 1998). S, 50mM =x9] A& Mo HrlE
oA 50.64M EEFI} 46.2uM T, 14.7puM Ago] SHE U}, ol Ao
ZeFy BFo s 8AZE ojulof o Bt A& HojFH, o9t vt
e 2=gds Ag9o% vHt= AS Y5 o9 vt Aol Hotxe
gt ¥R Chenopodium rubrum WFAZANAE #ZE Y=Y 50mM EETF

Mo
ot
=

S,

= v o] dolFH FH ZLgo] 5% Fo] Wy dgo= HH= Ao
TREHAS (Krapp et al. 1993). E3F A|IFA] Y& 50mM EZE=FHof| Zof &
7heod 79 F o o] AF F=7h 108 SUISHAIT 2239 s HHA
&Att (Knapp et al. 1991).

uetA de £o]9 w¥hgE wEstEY 4
Z4sfof gttt & WS Zredoly thE ol
St HXK19 715& dAlste stehedS AMgohe Aol 1 & dEA A
2 mannoheptulose?ld o] &+EAL 779 B4 AV 2TH HFFREA
HXK19] 75§ AATo a2 2rdo QAsHE

Aero 1okt Ao A SAR BdS 2 A5 =T
S7HZIAY ZAaA7IE b Bojgteh. gl o) whgote fA4H EEEH

[
o
_O‘_(l‘
T
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=)
=
Z
=
oX
_|):
filo

BAE Hojo] GUSSF &2 ZEZE| &9 & o]& Wdste AEA4E 0]
A 78-S TEol= Wl v d ohest B4 wyo g A9 HhgS & 5
Qo] =2 AREE A 2t (Wenzler et al. 1989; Yokoyama et al. 1994; Fu
& Park 1995).
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oi7178H el AtWRKY20% MYB75 59 At 24 = A9l o3 &d
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(Sah et al. 2016). Sus4 FAA}e] WAL HAeo] X st=d SnRK10°]
g golttes Ats Aol PAAA FAH 7Y Tl QIASHE whofol:s d 3o

g £ Qo= 7HsAS AAISHE (Purcell et al. 1998).
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