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Progress in molecular structure and functions of plant GRAS proteins
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Abstract: GRAS proteins are a plant-specific protein family playing essential roles in many important physiological
processes including gibberellin signal transduction, light signal transduction, root development, nodule and
mycorrhiza formation, meristem formation, etc. In this paper, we reviewed the recent studies on molecular structure,

classification and physiological functions of plant GRAS proteins and discussed the study focuses in the future.
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G, hd B E K 3 S XK BB GAT (gibberellic
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1 SCR (scarecrow) fir %4, 2012 4, Zhang 2% " i@
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H, HIWRER] REE AR R 2R 55N 1 I W AEAL g, (H
FIHWFFERR D, H AT KE K GRAS H 2 A
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1 GRASEBRHNFE

B K] GRAS # F H1 400~700 A % 5 R 7k
R, A0 N R S T A8 Py 1R C A iy L R IR i
10 5 AN FELR ST S5 R 3 : KRR LRI (leucine-rich
region 1), VHIID. LRII (leucine-rich region II).
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N-Domain I LRI VHIID

LRII PFYRE SAW

Bl GRASERS F4&#

FIEE T GRAS A DS, fAETIA R
W o, SZBIEM] GRAS 4K ¥ LRI-VHIID-LRII
itz HiEH2Zm. HEY5 DNA Z EFAHEAEH
PFYRE 1 SAW & ¥4 35 1¥) Uy fig H Wi ib AN 4, (A
T B2 O R ST 2 R R A AT DL A e 4 F iR
[ 45 by o T B T S 6 77 g B2

AR A 7T R B GRAS £ N R Siig 7 71 6 2
R¥ER O Re A EEE X AN K&
IDRs (intrinsically disordered regions, JNFRAEHT &
41 unfoldom) J5 %1, GRAS & A # ¥ 4 IDPs &
(intrinsically disordered proteins), & 48 4 7 I 4t 4%
Y5 1 IDPs KR AR Y. B AT ) IDRs JFHI4E
WIBCRES TASTE R — ol =R 45it), T
WIPIRZS s AH 38 25 0d AR N = R AR R &
b 45455 (binding-induced) $78, £ 157 3
A ¥ (disorder to order) (1 £ AR, X LEppPEAFIL
TEA0 M5 5 4 S A D RE W 4T R &b T rhuo i B, A
AEFRAAE R RAFEILE R Y. Sun 45 BT %)
GRAS # 1 N K [f] IDRs &5t F1 D) e 24T 1 74
IBFST, R IRAN R MV 22 5 i 1N R Sy 47 £ AR 7 1D
B AR 7> TR 4544 MoRFs (molecular recognition
features), UWITE/R% %15 T & KIE W=D fe
(] DELLA W5 % & 1, 3 N R IDR 45 3 4
MoRFs : DELLA. VHYNPAHI L(R/K)XI, Hrh
DELLAFI VHYNP {R57 7012 5 5 )R8 52 AR 10 45
Hro I, GRAS 1) C AR PR 55 45 6 35 nT ge Al
T R ARG, Ty 36 N K i [ IDRs &5 44 1)
MoRFs 1E 4731 “FM” SAFTHREHZS,
S AN S Si&%, MNndoe THEA DR
R Sk Bl

2 GRASEHMIHZE

A 2 TR P 3 1A A < 1 LA % S g ) 22 5
Sun 2 "N AL E 1 GRAS 5 114 5 10 AN K
T, AN SR SLAR R I B2 10 4 7 B AT [ 46
Wi 4. T IfEEAERE, 2% GRAS EAAR
J& AR KR, [/ W KR AT N A
FHAL R 43 U0 45 4435 (MORF), - [T T L A7 AR AL
Ihfit. GRAS & [ 1E LA Ryt 2.,

3 GRASERMEMFIIEE
3.1 GRASEEMFBRESEREZHIFE

TR 7 (GA) RS 2 FE P -1 K BT 48
SERBAN KRB LR, HuW7UR L GRAS A
S E S AR RS R

WAL 54 GRAS S Y GA 554
5 H H # : GAI (gibberellic acid insensitive). RGA
(repressor of GA1-3 mutant), RGL1 (RGA-like 1),
RGL2 FI RGL3. 714328 Fefl1¥))E T DELLA V.5
Jae, FILFHRFE S S 20110 N K S 751 5 A7 e 5+
(1) “DELLA” J¥41, IFAI{E GA {5 5 &
7 7. DELLA £ 1 /& GA 5 5 2 1) S i 4%
WA, RN, FHEFE S Mk, Ik
B AR R X GA [N Y BT GA
3 %% DELLA # IR BR FLAM],  SER #5284
KEH MM hag Y, JR8 R 24K E A GIDI
(gibberellin insensitive dwarf 1) 1 & I J FL AR 454
(AT X AAT 35 28 1) B GA P fiit DELLA 2% [ 11 5
T AL E A S & ST, GIDL R4 A
GA Ja M %k g, M AL L g% 5 DELLA
W45 4 Bk GA-GID1-DELLA = & &1k, Bijn
S Gy DELLA & A /5 E3 22 RIS 2 & 14
SCFPS g 4 I R EE Bl 3 HR 11 )5 B 26S HR 11
{GNGS

J745 % GA-GID1-DELLA ¥ R0 GA [7] 3L
A IR AR I AZ UONEAS (crosstalk) HA7 =2 1R,
DELLA & [ A & F i 5 1& 42 117 &1 (intergrator)
¥ GA [R5 2R G Sie G/ —il, HFEREHED
MAEKKE .

ERF R JA) 55 7 59, JAZI JA ZIM-
domain 1) Jj& AN FEFHIHI 1, BB R [F JA
WA I ST R MY C2 25 A PRl L vE P, f
DELLA £ [ 7] DA 38 4 V5 M 7] JAZIL 45 &, B
MYC2 Bk JA {5 5, 1 =4 40 i 1K) GA 3 n i,
DELLA BRI, ATHIH] 7 JA £5 5 1. 2012 4%,
Wild 45 U thiiF 52 RGL3 it 45 A 401 JAZ (3% vk
ek JA B R N DL BRI 78 0 U B, R A
I DELLA H A SEBL 7R A S 5 A2 K R 445 o
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E2 GRASEARFELHFIISHESEY).

7 Z PR IR (ABA) fER A KR B it
FEPE A S, GA BERg ALt M i k. gl
LA KAE T A5 : 10 ABA JUGESIEIVE ] o BF9E I
DELLA i i 4% XERICO (greek for “drought tolerant™)
K B B ROk - DELLA J& XERICO & 1 I
R E, REEREIERIL, T XERICO HHSH
ABA QU #EAT P %, {2k ABA (IR, B,
DELLA # F1E 4 WM 5 i A2 28 A ] GA
F I RIN e E ABA [rIRLE Y,

Tl AE 4 1) 3 B 2 1 BT S 25 il (apical
hook) FH KA 1 i A0 T3 43 AR 4148, An 25 PR
B, GA i % f# DELLA [A] £ — & 3L [F] fig 2E T
Ui 25 W AT, AR MR B rp DELLA Jl 1 55 2945 Wi
I g AR i O S IR F- BIN3/EIL L (ethylene insensitive
3/EIN3-like 1) #5 4, H] T H DNA 454 457 50
AR T e A A R e s A, e 3 A
ANBETE T 25 ith 4544 o

7EKZ (auxin) S 15iH L DELLA & H i GA
5 5348 H TS FEAE G-, O Neill 25 2 34 4 auxin
A DELLA %} GA i&42 IR 2 arm) .

B TR B 2R R R AE A W %, GA/DELLA
AEIAR T3 MR E AL B 4 i R b ok
P ZL R RE .

32 GRASHAFESHSHYIPIE

GRAS # [1 1) PAT1 iV 5K Ji% B 02 PAT1 (phyto-
chrome A signal transduction 1), SCL13 (SCR-like
13) #1 SCL21 g Z o fE S . HArsiak
HH, PAT1 1 SCL21 +2& Y 8 {f, %% phyA (phytochrome A)
R LE SEAMIEREEN, ek
SAPRAE L LT HE RO HE R RIN A RH KA 261
) s PAT1 A1 SCL21 B A A A 1) .40 i 2 40, [l
IS E 40 JSORD 40 A P 3RS, (R ZURIE JIAFAE
ZE 5%, SCL21 X BEAE RN IK Bl i 23k, T PATI
TEPTA A AT w23k, 1 H. SCL21 7RI 4001
2006 BOEM PG AR BN RIE TN, T PATIL R
KHIANEZ 500, X B SCL21 M1 PAT1 #2321
PR B I AR h T RE R R 45 A7 4 22 5 Y. SCL13
M HELE phyA /b T 1IZ 200605 5 i1 b R4 D e,
{HIL 3 224E phyB MR AR R AT KT R,
LD S IR AR I E W 45 8 1 . PAT1, SCL21
I A 5 SCL13 1R 15 5 i A2 v 1 T g e 7 1tk
A RE AN 8 H 23 1T N OK S F 81 5K - PATT A
SCL21 fE N Kim#l A —4> EAISRRDL 4 {41k,
VWL 1 AT REAE PhyA /1 3 DGR it b A f
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Lhfg, 1fifE PhyB 42 R D) REM) SCL13 Hlk =
Ui B,

DELLA % [1i#t GA/DELLA 2 HEx (s
SRR PEAT 4. DELLA & (1 ] ARGt & |
& X ¥ 3 (phytochrome-interactiing factor 3, PIF3) 4}
A AT T PIF3 Y10 H AR 8 AR IA, 5
PG T H PIF3 A 3 IR 1) R Al i A
DELLA [f] PIF3 [¥) 45 & 52 21| GA [P, 4 GA it
= If DELLA #] BL[] PIF3 454, i GA & & & i,
T GA /v 1 DELLA & [z & BRI kB, M
MR PIF3, fi#Fk T DELLA & 0 GA5 5 5 3 1)
4, Rk, DELLA & (F4E 45595 20K GA {5
SIBARNAE TR R, LRI K

2 [26]
H o

3.3 GRASEBXMRA B FRYEE

R 77 P20 et vy 88 52 47 (1 4 it 43 2R 43 )
AR W BEARH N (2RI B ) B B2 —
AT 40 0 28 5 A 6k 41 53 2 (asymmetric cell
division) 15 56 B B2 2 N K2 I A 4 i &R AR
Joi 28 3o 5 S oy A T8 R AT A TR TR 3 R AE (1 421
SCR (scarecrow) 45—/ N4 E 1 GRAS 21, 7EMH
B ZUE e, B RERE X A1 AN FR o 430 AT
PR, ThRESR IR IR S AR AR B TP B o 2 4l i 41 21
I AN B 234 B R 1 SR P R A L4 T, SHR
(short root) J& b3 —/MXAR & B H AT H LI D) RE )
GRAS H[1, ‘& REE I Ii# SCR Mk 4541 i)
ANIFFRAy B, — A%, SHR R
RE 2228 I — AN PE A M ) 3t 72« 5 SCR AN,
SHR JEANTEI RN RE) N B J= i vh ik, i 2
FEPAT AN rh ik, SR i) SR it B A i 1 N 48
T P R J2 40 H ok A FC T P oh g . 24 SHR i
A3 IR P 52 S 4l L INF, SCR 5 345 & ik SCR-
SHR 5 & AR LB BITE A L T, A 52 A AR K
JE— AR T SCR [3IE, M o] LA R 3E 2
ff) SHR 11, FEpe—ANIE [ RS 1B B

SHR. FH H AT 40 M 3E N A B )2 4 i, 0 AR
SV i th AT B 225 X . Carlsbecker 25 P9 R IR,
SHR £ P [ 2 25 {i¢ 33 microRNA-165/6 [1] % ik,
A 1 1) microRNAs 1 [0 2 vhoA: 40 i, B A 3L H A
1 [1 PHB (PHABULOSA) [ mRNA, 1fj PHB )&
552 PR 25 A JE A ST 1) T 1o

J% T SHR i 4il i # #)) 1) Bl i, Gallagher i1
Benfey " & 8 SHR #& [ ff) VHIID Fil PFYRE {4
SERIRAT A B A TR, L N OKuF 81 B ER

A4 ek SHR 1)#3), 1 SCR 1 1 B AR
HAT GRAS [ LR~ S5 ek, H N R 3 5 41 £ B
1EH# ). i SHR B HLEI RIS T 87
. Koizumi %5 B & I SHR B {F: IR )i 3048 2 1
SIEL (short-root interacting embryonic lethal) F% fit 5
SHR 254 5 145 & e 5% W AA (endosome) 245,
MIAER —A “BR 77 45 SHR 2L N 14 56 i
“H M) (RS 5 4TI, SHR R SCR 232 SIEL
(1235, 1t ] SHR feilnd [ et B 5 .

% T SCR/SHR REHIZEMR KA e, 2011 4
R 22 AE PNAS I B9 W5 55 0F 90 18 SCHB s, U JF
SCL3 E 4 {5 5 19 nils DELLA & H % 1) /R 8 3R
{5 5 A2 A SCR/SHR 2 IR ) & & AR 1K & i
ok, LR SE AR R B RS A s, AT IR A H
R A GRAS 1 H R B [RAE AT T 31— 01
NI RAR R Y e KW, SCL3 & GA 5518121
IEP4E 8 H, 1 DELLAs J& GA {5 5 @48 ) Sl 45
W, PIE A DU AR P S GA N L
[¥) GA £ i, JLIFI4ERE GA (¥4 P T4 (homeostasis) ™ o
SCL3 £JiABEA2 GA/DELLA [fii#%, X% SHR/SCR
[y, DRtk SCL3 40y £ 538 42 1945 4 (intergrator)
K Rk, JLFWERK KT « /e EDZ
[X. (elongation/differentiation zone), SCL3-DELLA
HAE5E K GA X 41l f i (elongation) [ 4% 5 &
MZ [X (meristem zone), GA/DELLA. SCL3. SHR/
SCR L [l AR SEA A LA I 1k BT

B T AEMR R B R A5 T BESR, SCR. SHR
S FCAB AR DY B 3 AR R T R s
A 5. Kamiya 25 PRI, KR OsSCR
TSR T N 2Rk, A5 40 B I AN KRR 7328
AR OB e, SHR R JikCR & brid JE K ATHBS
(Arabidopsis thaliana homeobox 8) )ik = B[R]0,
R B S A R BB
3.4 GRASEHEHEYREBFARERIEAL B
Ihie

R AR IR A0 A AT RRE 18 23 5 Bl & — AN E
WIEER AT ST, WFSE A GRAS 1 I 7EHR IR AT
PR 5 5 i b R R

NSPI1 (nodulation signaling pathway 1) FI NSP2
NG R P E T $E (Medicago truncatula) W%
SEIPIAS GRAS ., H A 2ot D e A F B
AT T KR 5T B, NSP1 R NSP2 fg 1% 57 45 99
¥ (nod-factor) {155 5, 2 ML IR JE B A 1 3
ENODII. NIN. ERNI. ENOD40 [f] % ik, {23t
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SR 1A T i B, T Jek AR [ b 515 R I NSP fE
MR TE b I D e AE SRR GRMEY, a5
IKRG R AT sy o T

AP R K& B WFFE R W], NSP1 I NSP2 7 M
R AR I T B rh B R 4% LI g, Lin % " 95t
B, NSP1 A1 NSP2 7£ 2% 4 A KRS A A7 <6 P9 i
(strigolactone) 5 i 1 A& AN AT /R, 1A A <5 A TR
SR 73 WA 1), AR E AR B E AL AR T AR K
FEF BRI, microRNA-171h REWE 0] NSP2
(R 2238, B ik ARG AR BT I ok 5 e A . 2013 4,
Delaux 25 "I f3F 52, NSP1 AXAEALIR B i b & %
TheE, FERAR AR QT R A 4% T BE, NSP1
PR R A 5 SN T R AT 1) 2 L A 5 DD

RAM1 (required for arbuscular mycorrhizationl)
J2 o AT M B AR DA BT AR T 18 A4 T e 1 8T 1)
GRAS HH, EHMEMRIEAE 57 TNE, mmA
XSRS TN, U LR B R b s 57
PE » RAMI AR RIYLH] 2 3 i o #5 AAE BRRE Bt 5
—NIhEetE H RAM2 (3R, JHaiAE R, A
I R 32 BT AR P A i 7
3.5 GRASXARHE 5 HE 4R R FNLEF5 T 43 HE 4R
LR RYIEE

R NS AN 73 B IR AE 23 AR A 2L 0T B
1, HHoR 2 DR S AT MME S VIR . UM
It AtLAS (Lateral suppressor) +& ¥ il 4= 43 A= 20 21
TEI I BN, LAS [R5 A RRAN i T el A B,
HRrERRan ™, KRE PO, s Bl gk B2 S ff:
PRI T HATHAL DI RER LAS [RIYEEED . o
IK A AL K MOCT (Monoculm 1) & B [ B2 5%
TR BB A o K R 23 BEI O B GRAS RFE A,
MOCT M RILFEW] 17y BEMCR, 10 MOCT {5
AR WA RE T U ZF TN 43 B8, XA — 31, DA
O e P KRG S R 5 LA AR K e AR A B
K% LAS 4, Wang 25 Y 53 SCL6-I1, SCL6-IIT. SCL6-
IV 7E U B 1 0 A B0 T Je bt 4% T 2 T g, E
SCL6-II. SCL6-IIT. SCL6-TV % 3 AN SeAskiitktr, il
K 1) %5 W S8 /b SCL6 1) 4 ik 52 %] microRNA-
171¢ ({9 84%, 7F microRNA-171c it F A+,
A P 2 B S k2>

IR 25 ) 2B AR T AN W T2 RS Tt 3 A4 41
2R, A4 GRAS 5 HAM (hairy meristem) il
B 41 i & 35 (non-cell-autonomous) 115 5 i 42 ¢
7 EA LT AL TR 7IRAS, NI 4EFE 4
Tt oy AL L2V REPE B Engstrom 45 B4 T4

B IF AR AE 4 AN F HAM Iy B8 AH 6L ) (5] 95 2 1
(AtHAMI1, 2. 3. 4), EANNIIRERAICRME, &
WAy RS AR B GE AR R A 1) 96 20 55 Y 2B ke v A 0
P25 s HAM 1. 2. 3 JERIE R E] microRNA-
170/171 W5, W HAM4 /A~ %% microRNA-170/171
YT
3.6 GRASTEINMEAMBLY P HIThEE

KBTI, TP &b R85 3 (1) B 25
il 75 2 GRAS HE 12 5. CBF1 (CRT-binding
factor 1) J&¥& 5 FINE SR A 1, RS 45 &5 FhPr e
MK FRIA, 42 R PT9ENE . Achard %5 B R B,
DELLA % [ I Re 3k 15 PE AL MK gai 4 I 52 1
$& v, 0 Dl e R 2 5 AR AR RN ¥ (1) i 52 1k B I
CBF1 8% 3 £ #0175 7 GA #& #= DELLA 2 [ 11
i, Uk, DELLA & [ Al fig & CBF1 % 3 (%
FoIR 3L R 2 TP B AL 4y o VR PEAR (ROS) REREXT 4
R, XREVE RN RN 2 A S R .
Achard %5 BT % BURL Y 5% 2] A Wy ok AR £ 0 s
DELLA # [ figfe 3k ROS LS ALEEI Rk, il
ROS PRFFAEBAR IR, PR R (1535 5 [FII
DELLA Y figifi ik ROS S2Hixf AR BAE K i, i
HH AR W) A 52 31 390 55 by e 7= 4= ROS Jm, B fg 1l i
DELLA & /b5, RN X Re A 5 A K
KA

FoAth GRAS £ [0 68 2 5 R W00 30 55 Jih 3 11
NN o BRI, EAE LR B YD i e
T 13 ML IT GRAS JERIAE 2R I RIAR B2 273
AT RHA RS S0k (SCLI. SCL3. SCL5. SCL6.
SCL8. SCL9. SCLI1. SCLI13. SCLI14. SCLI5.
SCL26. SCL31 1 SCL33), o 7 ANFEH A AEZE
AR 52 % S5, SCL3. SCLI1I F1 SCL31 A 1825,
- ik, 1) SCL6.SCL1S 1 SCL26 R AFKI KI5 .
11 (Populus euphratica Oliv.) S — Pkl Ay i 52 i A
Fl, Ma 45 P M 143 B T GRAS J: K| PeSCL7. Hf
FERW], PeSCLT eI 7EAN Mtz rh, Jfaets B34
e L RO T R T SRR R B 32 1, il B
PeSCL7 ] A A — i sk N a0 T 5. #h
Jop 3 8 2 e R AR R DH B B R g B
GRAS JEIH BnLAS, REA e S RE AR v AL
S 1SR O e N ST ) VR T 2 i U/
M58 T AR i 52 1

4 LEFIRE

) GRAS # [ FRAE Y IEH B K H
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X FRBE A PR R T R R G R . R
HHivr2 GRAS O3 8% €, Hul#/~ GRAS
WAZREM S, R CEIIER (18 5 1R/ ],
Rt E A R B I FK R R, K2 8 GRAS 3%
I D eIt AR BEAE R S AR & R AR
BRI NOReE AN EE, T2 AA
MR D) Be 1) GRAS 2 143 AW gl A AT BT LR AT,
Mo JREAK, BATNALLT L7251 A
(1) T FNHE— 20 R AWFFT. (1) GRAS A LU
FIRTEXAAAEN, (e AR BUE 5% 5
H, FEAE T BB KGR A YRR AR, R 58
RO RR . BRI, R0 BRAS B U5 1 7] e o
MEE T 2E AR, o3 BT — Bl i 4 1k 72 o A R 26 pl
N2 H5UREMZ PR ERBEERLR. (2)
HARIL GRAS 15> T2t LS 2, X &
SE RIS T RE I8 TF BRANF ST, Ll W AR 5 45 4 35
PFYRE. SAW H HI DI REIE AR 5. 5 ) 2 H N R v
AASFEA, AR NATIA TR U R AT R0 HT,
75 e S S (7K B 5 B SR RRAE R 43 1 IR
S5F (MoRFs), AL AW (IRCRSS &, AT
TEA R i R fe . @b E B AR
VL RO TR YNy AE o T R i\ 1) s AV I 96 2
BN AT BE 10 A0 HEAT Dh R B IE, X iR 4B R
GRAS & [ 1) Uy R S HAE H I 23 T HLTE CE K
Q) RN AR S e W RIE, IR
LTF-BORZ GRAS EEFMIhREIHT T %, (1
S F AL o0 8 L e i gy . B A AT H A
A GRAS H [t — kR 7, AR Z S E7Ed
MRz RIEs, o7 B A RER DNA 454511751,
U1 LRI AT LRIL. {H &k L SR A v %0, A
ST AT GRAS & A HSE A ik i R FEAEHT, IF HAR
2 I LA B AN 2 T2 110 2 oo DAL 110 A2 () sy I
Tt WSO NPT SRR . 5i4h,
EANFR & B B sAS [ i ae . [il—Fh GRAS
HASSARMEAL S, RETRREAAF)
fE. Uk, 0 THURIMETH, WEESMHET
RAS S B AT PEE A 3 R st JEL 0 4 i e £
AR SRR AT VAN N S8, A REIERE . AT
LS PINENTEZ R S o IR
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