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Abstract: GRAS is a very important transcription factors (TFs) family in plants and can be classified into ten
subfamilies. There has been numerous research on elucidating the functions of GRAS TFs in medical plants
and other plants. The existing research indicates that this kind of TFs participate extensively in the process of
growth, development, response to abiotic stress, signal transduction, primary and secondary metabolism, and so
on. This study reviews the research progresses on GRAS TFs around the structure features, functional roles, and
new research advances. After analyzing the research prospect of medicinal plants in combination with our own
research, the paper proposes the following directions for future research: firstly, the function of each GRAS
subfamily conserved structural domain should be analyzed; secondly, the evolution characteristics of GRAS
protein N-terminal variable sequences should be elucidated; thirdly, the molecular regulatory network about
how the GRAS families regulate the quality and respond to adversity stress should be analyzed; finally, the co-
operative regulation model of epigenetic modification and GRAS should be studied. This study provides an im-
portant reference to conduct innovative research works on Chinese medical plants. [Ch, 1 fig. 2 tab. 39 ref. ]
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1 5% [H ¥ (transcription factors, TFs) X AR XA E e, fens Bk a4 5 5 W )5 3h 1 X =L 7E
FTCOE R AR e as , RIS 5E  GRAS I (ML R R BUTEAEY) H45A I —28 TFs, Hy
% BRI R A AT 3 R Bt GAI(gibberellic acid insensitive) , RGA (repressor of GA1-3 mutant) fil SCR
(scarecrow ) FFFIEFERETMI R . GRAS HIE A ARZ , & 10 M EBWEE, T2 5HWERKES .
S SR E R SN | Y (=i 10 O s SN 15851 18 ) 2N 9| 97 A3 i eSSV B S R D WL S LA i S R L IV Sus
e, HAT, fERRNA FIZ0E GRAS TFs KM A MBS TAECAEZ MRl AR EE Isaiis indigotica,
AWK B Casuarina glauca, 1+Z Salvia miltiorrhiza, IF§IT Arabidopsis thaliana F1/KFE Oryza sativa 554 Fh
HRTIF, T8 GRAS ZIRAL 51 Y RE A K R MUl I+ S B A W AT 1 R GeH 9T, (BAE25 Y
H, GRAS ik 5 P 03230 -5 DO RERAMT IO 98 TAEDE AN 248 . ARFFTKXT GRAS SRR H 1945
FRAAIE | DHREFRIE LR AE 245 ALY T A B T e o e e AT 45, FE A WSS ORI SERE |, 456
SRR RIT 0, LA 5 SeAE 25 A Y th HF X GRAS TFs 575 A 53 9 ) i Sy A 9% i 4t S %
&%,

1 GRAS ¥ 3K H F R ik 0 & B 4 ) F-E

GRAS 78 1 —fitHh 400~770 /M MM JEA I, R R 505 L5 1 LR P I FE— A Bk

St WALEY GRAS K 1A o JE PR (R EEN (C-Terminal, C %) (18] 1), C 35— 4 TR A K
[T R B B 7 VHIID (valine, V, #5412 ; histidine, H, ZHZ[R; isoleucine, 1, F2%MR; D-
aspartic acid, D,D-RKA&ZAMR ), 1£ VHIID P2 E & R4 LR 1 (leucine-rich region 1, LR 1)
LR I (leucine-rich region I, LR 1), LR T 3&FHEE 1 MEEAE S X (nuclear localization sig-
nal, NLS), iMifE LR T4 LXXLL Z50 (L: 52k, XX: 2 MEEEEMSLAE ), PFYRE 27
(proline, P, Ffi&MR; phenylalanine, F, AKNZEMR; tyrosine, Y, BEEMR; arginine, R, FEIMR; glu-
tamic acid, E, %)M RVER JF (arginine, R, FZM; valine, V, #ZAM; glutamic acid, E, &
R ST LRI X380, MAER)G JE SAW JEF (ser, S, Z&WR; ala, A, WAMR; tp, W, (OER)?,
VHIID JEFF S5PIUAY LR T A LR 11 5E & GRAS S 1 RIbR G MELS IR, JLPAA7E T A Y GRAS
FIGE O, IZAA A J5 S0 52 5 vh i W 2 5 8 1 R AR 1 S AR Rl A BAE IR, 24 ik,
GRAS Z H PFYRE il SAW /7 BARDIRETIATEAE ; HiT3X 2 DEEOHIRSY, BN EN T ERFE
IS (Rl S5 A A A= W D e A B RYME ™ . GRAS 8 HIAYZA 530 (N-terminal , N ¥ ) J&— M B A HE IR
FP A A ] i BE AR AR I R X, I 12 DX 5 A I R D e e S M DDA OGP

AR X | fR 5F (X 3K
Z - &)
LXLL L-rich  VHIID L-rich PF RE RVER SAW

K1 GRAS#FHETRAMNEOLMTEH

Figure 1 Schematic diagram of GRAS transcription factor family protein

2 FIHHFF %3542 A M4 GRAS # % B F Kk i R

Hur, A M, KRB, FFZ, B Ricinus communis, H JKAR Lotus japonicus FIFE Nelumbo
nucifera G2 MY T 535 558 GRAS Bk N F FIGE R AR HGE (£ 1), T54EF} Cruciferae 45
WM AT . ERR, LA FIAR SRR “HliR”, b AZGhR <G M7, BATERREE . BUIHBRE
EEL, FTHTRITIR A . RBE . WHUEE | WM . PR AT SR A | TR U A 5
SE ., FIFH BB, WESER B T 10 SR IL 41 4> GRAS FEPI RGO 5 Festdd N pRkM] . 54
DELLA J53 Al 5 4> PAT1 B G #RRE MR N HT LR AR (MeJA) (1555110 . 3% 985 10 14> DELLA U5 1
A PATL 01, 2 /> LAS GGG LA R 2 A4~ SCLA/7 G R 2% T, {H 41 Dl i BAR T RER AT, A
FEFE—FES, RFREEEL Casuarinaceae AP KA ARREL | ARRRE, DLl Biiokss it st iz A
2y, ZGMRIR . 2R W, DhRCE MR, FrubdE, RIS, AR, ATHTRITIEE R i
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Wk, AR, R, NS L SR MEAH] D SRR, HETARERE Y EST P AP 4 E T 2 AR
3L 11 4~ GRAS EF WG, H& AREARMT, IIFEIEFR Labiatae FFZSHK A 5 T SHR, PATI,
SCLA4/7 F1 SCL3 3t 4 MK 5 1~ GRAS idn, HFEZER iRk m i m . 5 AR . GA 5
SR LV, M SHR KR AL GRAST, PATI FKJGM 5 GRAS4, SCLA/7 Fl GRASS il b 24 B 155
Sf 3 LIS, KR} Euphorbiaceae BERRLAAR K A2, EHCRAR N, s BIWTal&t/H, rHRes b
Wi, IRFE . IR EE | IRIRS R, WREEREKE I, R, TR . B R N
Kap 32408 . H AT B RRIE R A b 43 B8 9 ISR SE 46 1~ GRAS BRI 0, SR, IR 4H ZUA ALY
e 2 P AL AT R 31 4> GRAS KB A FRIR; Hrf 17 4~ GRAS KGR AEM b iy &Rk, 8 1
GRAS G B FEAR IR e, 6 1> GRAS B FEFI F AT ek i . Ibah, Xt
36 1~ GRAS WL 7ET 5. mdh . BB a AT A R RME - T TR M, & B0 2 /0 B
Hop 1 ARG, Rk R B E B, BRI 36 4 GRAS FE R 7E B R P RENS A Rk AR A=)
Wil G, B EEA Y XY, TR Laguminosae MY FIKAR IR AZY , BRH T (%€ F,
REEBR TR, IR\, KR BRES . A2, BET, WAMKMRERATLEE T 6 MR 18 4~
GRAS FEP AL 5L . BFSEIESE . 2 1> GRAS BRI ZE T RAD] fig'5 RAMI A BAE, {EdE G RMEY) A bk
WMNERRAER AT, BEZEFRF Nymphaea tetragona fHYISELIAETE A2, WRyr, H . MEFE. B, BF
2%, BABOR I, 2H8E XTI, & TG, bk, mie I, R POeERSE; BT
TEHIERA P T 9 NS 38 > GRAS JEFISG, (HA LG T BEA A0

F1 ZRAEY GRAS HEXETFHHBEILRKS %K

Table 1 Isolation and subfamily classification of GRAS transcription factors in medicinal plants

25 GRAS T Z IR 5 % FLA s 2%

Bt~ i
Y#4FK DELLA  SCR  SCI4/7  LAS HAM SHR  PATI  SCL3 DLT  LISCL SCHk
AR 5 2 2 2 4 8 8 1 1 8 41 (6]
AIREE 2 9 11 [7]
i 1 1 2 1 5 (8]
BEJRR 4 3 7 6 4 6 3 6 7 46 [9]
A AR 3 2 4 1 4 18 [10]
b3 4 3 4 1 4 7 10 3 38 [11]

3 GRAS # K F Z ik ik R & 4 o 78

MR 45 A FRE S D BEHE A GRAS Z MG i 1 ] %] 4324 DELLA, HAM, LISCL, PATI, LAS, SCR,
SCI4/7, DLT, SHR F1SCL3 45 10 D™ EZWHK W, HET7EL HIEY) b FISE 10 N 505 5 A D Rg Y B
PRI TR HGE /D FERIR ST . KRGS TR GRAS WE S5 A 5% DI RE A BB iIF 9 RE 0 24 FH AR 9 114 ]
KRR S % (R 2) .
3.1 SCR# SHR IHRKEEERIEZEYIREHESHERELE

FPIAR A A KT 8l A o 2R o AR IE[RIA S, AR 08 U2 T 4R i o — R A X Ry
BRI INER, T2 ML T4 f SEIIA1EL, SCR (scareerow) Bl SHR (short-root) 12
GRAS TFs ZZE T 2 MR, W Y1 R [ 4 R 5 SR AR B S R A, IEXS MR B2 40
JL AT B F 2 A IR AR ), XHURE TR L . SCR FEAEM K LAl h 335, >4 SCR Yy
RGBS L2 B IE R KB o SCR AR EEASH 2L A% 73 R4 2, 1T SHR MY RESZ M A
B R AR A oAk, IR RETE R E 2 S SCR JR 3, fif SHR it/ SCR R AR 1 4l il 53
feryRE )M, b, SHR R HA R IRE; 8 HAE P bR R0k, (HAIBEAE MR
JEAMUE RS BN R R A S SCR M EZS SR L R, L[RIE0E SCR EE P AR DG T e 2 R 1 7 5k
SHR £ 9 VHIID 577 Hl PFYRE B9 N AR 7 BES R E B 45, i SHR #5512 Zh RER A 52
i, SCR F1 SHR ¥JHEEME # SIEL(short-root interacting embryonic lethal ) i3k, TMiSIEL REASHE I SHR 75
SRS AN SE AU A2 315 ZE BT, SCR Ml SHR 754 5% 56 & E HAME MMM, I SCR-
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#2 GRASHREFTIHEMSEXSIIHEMBME

Table 2 Subfamily classification and brief description of GRAS transcription factors

GRAS K52 TIREHE IR E =T

SCR, SHR 2AWREAFEENE, EmEERBESESNERSEE . DR RZENEE [12-15]

LISCL B A A AR 20T I A e I LA B 2 ) [16-18]

DELLA FEAREE . ARG E SN T FABHYNEREE ; Sy AR L E '19-23]
filke I AR

S013 SCL3 FEAEARMIN B )2 35k, AMUFEAREEZ/DELLA (AR P R R TN, FkE (24-25]
SHR/SCR %% 5 R T L [l E AR R4 AR A e 4 54324

SCLA/T, LAS, HAM YT 53R 4 200 431k [26-31]

PATI PAT1 B85 SCL & I EAEME MO R[G5 @B WS PAT1 32 DELLA &AM AES S (32-37]
GA 5541 S (s T S e 1y 2

DLT BRG 5 R MRS DLT WRIRE A EAE, T IREMAYHR RSB AIE S [38-39]

SHR & A RREIE M1 SCR, SCR #l SHR i T 7EAL YRR & & (1 ad # vp R S AR AN, B XA Fi
FREREZENIFHTIEM, FHIt, B GRAS WAH SEHF B AMF TR LARFIE A 258 25 FfEY B A
3.2 LISCL IR EFEEYMMMMBRKE SR

Xt ES & B A Lilium longiflorum W58 . LISCL(Lilium longiflorum Scarecrow-Like ) V. 53 % 7 A5 #)
S sy h RS EELRIME ] . LISCL 251 N s B e sl llim 16 1k, 7Rl 24RT I RE S5 45 il 48 25 40 iy
TR BRI DL R B A s PRI &, R SRBOE BVERT, fe R4 0y o3 2406 BRI Pinus radiata 1)
PrSCL1 FERFRIMMEE Castanea sativa W) CsSCL1 F& R Y AEAR T il 321k, BEWE I N ANEA: K FE i

, IR A ERAME MK 5% FY, MW Nicotiana tabacum #J LISCL WK AL NiGRAST H: X

TEARTRIE IR B iy, AR IEAR AN A S ] DL, LISCL MV S5 58 5 1 T e 35 B e R 4 4 40 4 A 11
AR5,
3.3 DELLA IERKEEFREBE, RABRMAXBSNHSTREEYHNEKLS

INEEZR (gibberellin, GA) AV ik bEGY), RIREAYARMIEN, WFhFiik . TR
HYIRETRERKSE, 75 GRAS TFs KJEH, DELLA M EcIRA RN —2, mPIERm I A 0
T 54> DELLA S, BEETEHAMY R a2 3 7 DELLA BYZE M 5T . DELLA 2 H ) £ 2 IE &
7E N K &% A DELLA {RSFEHSE, 245 R R AT 5 W2 AT D), DELLA F HAEN GA
T TR OGO, EAREEN, FEEYNAERER .. FEE SR FERET, CGA Sk
B 2 Z WA GID1 (gibberellin insensitive dwarf 1)AH45GTE M GA/GID1 41k, JF5 DELLA A N 3
f) DELLA Z5F3AHSE & 0B GA/GIDI/DELLA =J & A1, B 26 S & M1l DELLA & 12 £1k
JEBEME, MMIf#EER DELLA & XY AE K A, Bt &8 . DELLA &A% 5B R B
[Kl-¥- PIFs(phytochrome interacting factors, PIFs)AHE AR, il FHiE PIFs XA T i 58 5L ] i 2 sk i
W, #EMHELE S FED AR LT,

AR, FKFR (jasmonic acid, JAVWEN—ZETEIMDIIL R, ANUBEUE IR AE Y X i HLUE 1) G 2 By
T, [EIEE AR R B RS, Y TFs MYC2 (myelocytomatosis 2) 12K #1 W2 BH.i8 & 11 JAZs
(jasmonate ZIM-domain) b TIRFIMR (55 MK AL OALE . PF9E K. URGIT DELLA 5 H BB 5AHIR
FHiE 25 1 JAZ1 (jasmonate ZIM-domain 1)AHEAEH], BHAT JAZ1 XF MYC2 B4, #Emikgigis MYc2, {2
HEMYC2 5 UFERAEE G, MR JA (550 0 MYC2 fTREIER™, BHd &8, DELLA &
—DIREZ IR, XY TR % F | AR (NO) SR I LAY 0 A Kk B AR RE
B T B A PR E R R EE e SR P, LIU 22 22 B} Orchidaceae 24 FAE W) 4 2R 3% A noec-
tochilus roxburghii HZHE T 11 9wh% DELLA 5 H A SR RIRE, N2 2R A s, sefedtfh+
Mk . TE5 DI ZS it s A8, MY C2 RERS ek 24 FHTEPEY) B P HB IR A& ™!, DELLA &
HAER S JA {7 Sl h Y JAZs 1 MY C2 85 B AR R 25 A S Y A & i soe A K AT,
T A
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34 SCLITIRKREFRBRESNESTRAEENRENELE

SCL3(scarecrow-like 3)4& GRAS TFs G 5 —EEW KGN, FER R IF P K, SCL3 £
TERRAI N B2 R 3R, PR AR EZ A REMER]; RIS 5 R T o eaE LT .
SCL3 @i 5 DELLA & EAREM TR GA {753, HAR PN - A AN GA -,
MIMEZIRAE R A FH 2, SCL3 AMUAE GA/DELLA RYHE AR A H AR, RIS SHR/SCR #45r A
T AL [E AR AR AN A A M 5 4024250 BRI UL, SCL3 W5 AR 1 i DI RE R 2R TE GA [ 5 T
FEHYIMAN LT . MUMRALGR YN S, ERCRATIH GA3 #1735 AR, A8t m ™ &,
HAHEEME.

3.5 SCL4/7, LAS #1 HAM T ik £ BiFETN IR £ B AR

GRAS KEH LAS WA R M S AEM A K R B R b B E AR TR . SURIT AtLA S SR HI Y
S HEUL B BN, HIREB A 22 1 th THEE IR A KB Bk £ 53R e ) S BOR REIE Ui R ™
H T AE i Solanum lycopersicum, JKF, BN Cucumis sativus FIZELEH Zoysia japonica S Fh i & B
HAMPIDIRER LAS FEH P, 0sMOCT J& AtLAS TE/KFE H AR, AFEMRZFrh Rk o Rk 51
NGy BERC s il OsMOCT SR RASANZR AT BE Rl 2 A FORRE /> BERYREIN OsSHT A1 OsTB1 Al
R R3]

HAM (hairy meristem) & GRAS ¥ %N F KK Z —, TEREZEDL Petunia hybrida 1 &I PRHAM
SEARC R WOIE I REAS AERS 22000 A ZH LU A AR DGR A 5 I s A 435 T 70 A= ZH T AR Ak TR AR IR
&, TSR S HA AW AL RE 2 TR IT D, ALAS WHRA RFF AR A HA KA L RE
JTIWENEE; H PRHAM 1 AtLAS WiESA AR AL, s A r i@ A St [ 45 i A AR ZH Y
HEREFEY HERNEE Brassica napus " BnSCL1(SCR-Like 1, SCL1)tJ& HAM WK %) — 5 ; Bn-
SCL1 Z A KZ MR A A K R B2, X BN HAM SE 57 A% 53 A9 D REIHE AR UAE A [R) )
P AAE—E 22 5%

P, FEREHAR Gossypium hirsutum FERI ML S8 5E T 4 A~ SCLA/T WA W, (B D RE A Jo1 0
FAMBRINI %5558 & 8. 1] H 8 Helianthus annuus HaGRASL £PSRJE T GRAS SCL4/7 WA %, 7
FAST T #RIA HaGRA SL BEREAAERRIA N GAs & &, INIMIHEM AR HA R AR E ., BET, CME
WL KBRS, FFZ . B, TR 5 6 M Y P U E T GRAS SCLA/T ESCHRRYF b, HK
TH AR BE A WARIE
3.6 PAT1 EXRKAEAHBEESERNESTRERRNE

TCREBEMIAEGE S, MEYARKERTBAEEREN, AFREFDCER . 5 EFD RIS X E
YA A S B TR AR T, AR A FOR AR BDGE S, TR S5 W 45 1Y
B, MYICBaERFEES N A, B, C, D FME LK, £ GRAS RN FHET, MBI PATI
(phyto-chrome A signal transduction 1)F1 SCL21(SCR-Like 21)3£F S 50680 FK A ESH S, H
T AtPAT S DRENAR T454, BUEHGEN TAnMmh, PIHEND G R A BG5S R ETEA
JBErh, BFFERWT . APATL il ASCL21 EFREA EAEN], 2 9UE S M il i, (HPEHARDS
FREAEAEG W 225 PAT1 WAL ArSCL21 FEBUAFN ¥ HP Sl i 3235, 177 AtPAT1 FEAR TR 4121
AL FRIB R —; et 206, SCMPDBAIS, SCL21 Kk 4 TR, 1 PAT1 WTG
B8k, BEBIETEUE 55 SRR T i E B A E R R 2 ), AeSCL13 VA& T PATI
Xk, MISSIEOCHER A F5Ee, FREEVERER T2 5200 OO R B 5 51T,
WFERM . ASCL3 TEAR MM AN P #A ik, i 3RIK ArSCL13 RES R A MIXT LD BURE . 27
X PATL, SCL21 AJ SCL13 (%K (258 &3, SCLI3 #E N S/ —~ EAISRRDL JEJ7, 52 MR HE A 7E
ARSI IIEE, PATL S0 R Y 8 B i 23 PR i b A R T B — DR A IS . IeAh
Mo & B . KRG PAT1 WK% A 5t CIGR1 (chitin-inducible gibberellin-respensive 1)#1 CIGR2 (chitin-in-
ducible gibberellin-respensive 2)3EK )X i8 32 3] DELLA fFEAMEE, 25 CA (G50 FHRIENE
N, $E KA BTN RE T
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3.7 BRIES4 5 DLT LHKIEM RIAEEYHREMA RS

THSER WEEZELIY) (brassinosteroids, BRs) AT EB N KAEYEER , HAE R F20 P8 ¥ 06 ) 40 i 1Y
K552 HREES ., EZ%5, DLT(Dwarf and low-tillering) V. 5% J2& /K FE MF 58 Hp & BRI e B
GRAS GG . XIAO &G & B . /KF GSK2 5 I REAS 5 DLT JEN R 8 454G, 4% DLT
R PyFIR, miEEE BRs E 555, W90 L. TEKRIH i RIA OFPL (ovate family protein 1)
B HI IR BT 2R (GA3) WG AL, AR KRR AR N 7 A= B BE 1Y BRs, MR KRR B AR o [RIEE™2E 1Y
BRs 15 5 HEWSE E OFP1 (ovate family protein 1)5 DLT f5HEAE, KRR FIASRAIEA

4 REE5RZ

GRAS # P A . BH . EEMRam . | A KA5 545 S48 07 k4G EEMIREER,
H AT FEIZE GRAS ZIGRUR TIRENT Y EZ ML T ILIrE . DGRAS TFs 7E GA, MeJA 1 BR 15518 i
FRAE VR HARE ;. @GRAS TFs 1RG5 505 F AT ; G@GRAS TFs SHEYIR R A A& & 19
FEAEHFFIE ; WGRAS TFs XA AR LS VEEEH ;. ®GRAS TFs XA 70 A4 48U sl 45
(IIEEEAERT; ©GRAS TFs M i 5 S MG i 40 F IR FENLE] . XA GRAS KK =, HAihaeT
R GRS IT 7 E 0N, i ELAH GRS 2 248 A B CAR P L T /K ARG . GRAS TFs 25 FE
Y g ie 5 0 AR RE EE D ], BAL BT SE & L. GRAS LK Z F4ME GA Al Eth (Ethy-
lene ) Y IE WAL OIS IR E , K58 GRAS TFs nliiit GA 8 Eth {550 F 2 5 RGP0 4
WG L, MILATIL, GRAS TFs Z0% ] BeAr 25 G M9 B i A A sl A b BT SR 22 AR /R

B <R PRAL AN ERER AR, R AYEAR FBHE E R 25 A s, 2GR
PREP 2GR 1 B 2 A BRI S RN RIS 3R . BRIE, T DNRATR D7 T T e 25 AR 5% . DGRAS TFs
WAL EE R SRR AT 400 5 R 10 S FEMW KR, B ZERG IIRE2E B, HETRN K%
PREFESHIR Y 72 0 AR IR A TR — R ARIAENT . @GRAS B N Ui i T AR Fp 4 2 T RE 4k
MEZIL Y, XTHINREHAT Ry, HA EEAIISH SR, QR Hurla w Mn o7
G 2EAT T F- B O 4 — 28 GRAS FIGALA , (RARA 5L 238 4 FALHIF AT, ol L i B4
SEMPHA, G55 KRBT, 2985 CRAS RIGW A BAEMERE N, I8 60 FEYE iR
S b R ) B LS8 B A I 2% . (DGRAS TFs A 865 7 T A A%, A 48 i 7E 40 i BT b 5 HAlh TFs AHZE
B TFs EARMATHIIRE; Wl— GRAS TFs L] LIS RRFIME A A MG, EAFENGES®R
(BN GA 5%, BRs i %%, MelA (559 T A E TR, Fi, WA GRAS Fia Kk
B SABITIRE , 4 A 24 AR A3 1 e At ol R D T LA SR AR . B H RTFE 25 A T
R AE IR — DR G . BRI T RIS 3 A Sy . FE AR P S AR AR F B A5
/I RNA (MicroRNA ), KEEAESS RNA (IncRNA) F1H FE4L (Methylation ) 45 2 WUE i ¥ 5 GRAS TFs [
PRI ISR

5 5FXw
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