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Molecular mechanisms of brassinosteroid signaling in
regulating grain size and its breeding applications
GAO Xiuying, YU Qian, HUANG Ji"

(College of Agriculture, Nanjing Agricultural University, Nanjing 211800, China)

Abstract ; Brassinosteroids ( BR ) signaling plays a dual role in crop grain development:regulating cell elongation and division in the
spikelet hull ,and activating genes involved in sugar transport and starch biosynthesis. BR is a class of essential steroidal phytohor-
mones ,and plays indispensable roles in regulating plant growth and development. Over the past two decades, the core components
of the BR signaling pathway, which span the transduction network from cell-surface receptors to nuclear transcription factors, have
been systematically elucidated. A canonical signaling model centered on the receptor kinase BRI1( BR insensitive 1) ,the co-receptor
BAK1( BRI1-associated receptor kinase 1) ,the negative regulatory GSK3/SHAGGY-like kinase family,and the transcription factors
BZR1/BES1 ( brassinazole resistant 1/bril-EMS-suppressor 1) have been established. This review systematically summarizes the
molecular mechanisms by which BR signaling regulates grain development, covering BR biosynthesis, perception, and transduction,
the cytological and molecular mechanisms underlying BR-mediated grain development, the crosstalk between BR and other
phytohormones such as auxin and gibberellin,,and the conservation and divergence of BR-regulated grain development across different
crop species. Finally,we provide a comprehensive evaluation of the current research status, highlight the key issues and challenges
facing the field,,and discuss the prospects of molecular design breeding for achieving synergistic improvement of crop yield and grain
quality by leveraging BR-related genes.
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I LA 3 25 S AL SE A AU 3 3R 5 S B2 AP SRR = R0 B, NI B0 24 38 K e il A iy
SREHLRIL"

E 202 S T R T 4R 0o O e AN A K K s ok SE T RS T2, X
— i A2 Z R R SR B S S R SR R R R IR Z R R (R R TSR R SRR AR K
) .G EAGS ZRE-FEAMAEE MAPK FH(E 5450 ) 38 &K B2 (brassinosteroids , BR) #e ¥ 7£
MSEACR R B L BOESE BUR AR S S OLHI A IT 207 T stk 1% 0 16 S AL il e A 5310 R 48 )
KRG EE ) 2005—2006 4F, LIIIREIF oA 4 8 37 (9 BRI1-BIN2-BZR1/BES1 £k A4 SAE 151 g
fift BR (55208 TROOHERLIERE S | BR (55 MEEY = B R 1 R G 5T 46T 2008 4FiJ5 . 7KAS BR
B S 1E S A A B AR /NI AR B R R AL, L 10 AR [R], R HPROE 9 81 QTL HiAH 24 He
BIPIE TGt BR {5 50 B 1A DA o sl R 7, — ML T, BR A6 a5 B 1) e 2R 3 - 53
FERLAZ /)N | 322858 1o A LA S PR R B TR 5 B9 DR A T g e 2 DU 0 30 e 240 P ol 240 )™
SR kR 2 B, MATHE S R SR D e MR S S AR AR S RS A R S AR AR Ak
B 7S 8] 43 A 2 ROR T BR R S BAOK & P~ R R M iR e 2 — 1% AREER I BR 5518 i
P NG SRR SRS B 4 AN J7 1, REE BR 5 S IR RLE B 4 F M4 IF G 24
Yy I I T AT AU I PPk R 5 AR & D Tl
1 HMEEHE(BR)WEK BME5%KE
1.1 BRHER

R E SR T 2 b S B2 R, o B A Wi vk A998 X0 1 32 Z B (brassinolide, BL) 7'
BL A A L& IR (squalene ) AETIR , ¥ ) 3 a4, udf 4] C-6 A fkigit ) c-6 E L& L M
) c-22 5 c-23 B3R R ) BR EEAENFEM B A RY  HAY & BGERY k2R
P450( cytochrome P450,CYP ) ZJHG AL AL IR | iX B0 5 U A 3R PR R B P R FECHE- (B 1) . 78
IKFGH, 24 BR A W4 I EL R 1Y 98725 1 B Sk . OsBRD1/OsBR6ox/ OsDWARF %t BR—-6—%8 {1k 1 ,
FEHEAL BR ARG B i Je 20 3R & AR A, LT R Gk 2k 28 745 (R 1 00 [RFP AT, 3R 80 LAY 1Y) BR B 2%
UL 0sD2/CYP90D2 iS40 (0 2 P450 & 11 CYP9OD2 % Al B RE 2 53k BR & s> Kkr
HE L, AN Ay M R W 0sD2 L 3E i A2 O A0 AR A K OE 1) 8 5 kR KNP DILI/DWARFIL/
CYP724B1 [FIFE A5 AN 2R P450 GG , Hom )7 X I SNP 5848 1 il & R &8 7K, il i s oh
R AR sk K Kz SE FIRLE 2 SLG (slender grain) 3:F 4t BAHD BEELH M REFEE 1, H I RE
PAFBIGEARR slg-D PIIE BR K- 0 FPR AR, SLG 8 e A T N BT i a0 5 7K R AR 9 1% BR
FaASIE [ 4 IR BR /K-, SE b 4 A1 DU R AR Frks 2

BR AW WU R M DI REAE 2 FIEY) vh B 5 BEAR S /NEE TaD11-2A [ S 4t M €5 3R P450 2K
F1 CYP724B1, HJR 8 7 X% 2 ] 4 4~ SNP 1 1 4> 14 bp 3 A/ B AE 5 JE A Hapl F1 Hap2 Wifh £ 52

BRTEPI BT A 1%
RHIC-6Fbizte . MHIC-6FA bzt Ll KR IC-22f1C-23 3 fhik e
‘ L BAHD
o C-225%34k s C-23¥:3:4k , C-651k N acyltransferase N TSRS g
Brassinolide, BL
Squalene Crpooss TP OsBRDI/ SLG
OsBR6ox/ Slender grain
CYP724B1 OsDWARF
HoAbAZ OB R A
INEE FoK K&
TaD11-24 ZmDI1l  HvDWARFS5
| | |
v

1 jH3EEEBE(BR) SRR
Fig.1 Brassinosteroid ( BR) biosynthesis pathway
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R AR Hapl HAT T @ 0055 SR TG VE , SRR AR DG, 7E BUAC & Ao B b AR AR R k4
K ZmDI1 %535 BR WA A ZR P450 1, i 361k ZmD11 REME 58 WK B KRG opbl 7Bk
(RVREAT 21, FLNS AR /KR AN oK rp el f Rk 359 ] S 38 348 s K AR s 5 [ )48 v D b R B 1A o 5
BEAGSE PR R ) K3 HuDWARFS 4% 5 BR A= W)-4 i1 0 SR , 70 N 2 AR (R e TR R AT 26
TR E R RS T E 51558 BR 88K, Hudwarfs BEETE 525 MR 5 140 1] Bk 245 1F 3 7 /N
B, SCHL T B S R A DRI R B ST R BR A A B A AR TR PR A A B AR X AN ]
TE BRI AT, T ORAEE BR A BB AT SR 25 [ iV E Y 28 B KT L A 1 25 S Ak i 4
1.2 BRIESHZE

AR T, BR {55 45 200 M 2 1 A2 PR EREHER N, BR 43 T #5428 B RAMA S , B4 5 0 0 T o B i) 22 14
BRI K IL[AH4 BRLI (BRI1-Like 1) F1 BRL3 Z5&1° R IF it 5 A0 58 S 852 T BRIL {4 BR %
REAZ D AN & & 2 2R #2751 (leucine-rich repeat, LRR) Z5#)38 B %45 & BR 431, #Em 53t
Z 4K BAK1/SERK3 (somatic embryogenesis receptor kinase 3) JE 7 SR TIf & AEMH EBERR 1L, )5 8 FIiR(E
AP OKEE BR 55 AR 3B e A TR AY LRR-RLK(LRR receptor-like kinase) 71K 0sBRI1
R 374k SERK FEE 1 (OsSERK) 521 22 . OsBRIT W) I gk 25 58748 S HULA 1) BR AHURE A 4
5 7 F AR e A N FIDRF T 08 3 7 /0N 330 Fof e IR0 AT AR ) e 52 440 e fof - D o 4 A S [l i 00 (A5
RS, OsBRIT SZ AR P 5T X v 28 77 7™ 4 10 2 1 5 6 s o], B iR BT & sl 58 23T & 19 OsBRIN & (11
W B2-E3 72 % % $# B SMG3 (small grain 3) Fl DGS1 ( decreased grain size 1) )72 & 1k & 58 # (%
fig7*" | OsBRI1 15 OsSERK1( B OsBAK1) A FAF F R AZ 5 B HAth 2 1A (R KG 4 s, Horp OsSLAT %
4—#h LRR-RLK 305 , 385 5 OsBRI1 F1 OsSERK1 #H B E I #E W0 & 45 4, IE 16 4% BR 15 5L 5
IEAh, 0sBAK] ANMYZ 5 BR {5530 , i VR FE 84 A 41 SO0 PR RERE 55, FEDh AR B R S 0RE 1 Rk 58
49 4 25 BAIG, 3k 2 3K 0] 8 25 486 TR A RN TR B . OsBAK2/0sSERK2 fFh OsBAKI [l 1, 5
OsBRI1 HAES 5 BR 55155, HUREELC BRI o o 58 HoFPRI K, UL OsBAK2 2 38 HAEY o )
WA
1.3 BR{ESHEHRRANES

AR ST BRAEH, BRI1I/BAK] Z RS AR EG 5 , il BSKs/CDG1 K5 5 143 2 BSUL/BSL 28
Wil ., BSU1/BSL #f— 204l BIN2/GSK3-like S M, TR BIN2 Xt BZR1/BES1 BB LA H]
fif BZR1/BES1 3 A4HMIA% I 45 BR 0w J K& K635 . %G8 #% 7] #4547 BRI1/BAK1-BSKs/CDG1-BSUL/
BSL-BIN2-BZR1/BESI #iHe X —H R HEEY H BR 55 M lipfe i e it 17 3 AHELE (YK FE %R
BAEY H, 0sBSK ,0sPPKL1 Fl GSK3-like I 22 7] () 56 BRI A 58 226 [ T4 g SRR

BSK ( BR-signaling kinase ) Z¢ % i #5004 BR {5 & 09 1E [m) 94 15 JoF, 76400 pg I3 % b, BSK 2 T
BRI1/BAKI ZARE GAK N, 01 506 BB 5 S 2 45 M N BSUL BERR G GSK 2RI . /KA b i B
FEHE N T — B AR, OsBSK3 B AR & — Pl , K AE 0% 8 o AR B R AL &4 i (U2 W BRZS & 5 UL
FE3MH OsPPKLI AYBERR BT M, OsBSK3 i i 3] OsPPKL1 AY =W AL TG P | a1 4EM#ER T %F BR 155 (030
TV FH , DT 5 75 585 5 40 JL 2 1) A | 8 Bk 4 Aok 5020 OsPPKLL A S 25 1 W R il , ml o i 78 2
0sGSK3 45 BR 11 845, 0sBSK3 Nl i 41 ] OsPPKL1 fift [ x Fh i 45, i i — N2 EZ& ,BR %
PRI OsBSK3 IE M35 K1, 0sBSK3 il OsPPKLI 2 4% [ 7, OsPPKLI 2K T 45 GSK 211 ik
T, OsGSK e 2R | it sdn il

7E BR {55 %, GSK3/SHAGGY -like JAE AR (R RAE R T BN T IEZ RS 5 k% N % 5%
i 4 =2 1], e RS A R RR AL T e Sk R RNA 256 80 SRR 1 AR5 IR - RN 40 i A G
E BR 55w . 7R3 T 1Y BRGEE T, BR (55 8590, GSK3-like JF BIN2 2474 = 1 M | il
BRI BZR1/BES1 J85% 55 P 1300 il FLAZ P8 B SR RN 5% S0 % 5 BR {5 5 W 3 U5, BIN2 306 4 32 2 3 i1,
BZR1/BES1 2855 56 K 7 B e AL F0F A 20, DT80S s i o BR w3k P %3k 0 i ml UL, BIN2 1
R — P AL R T BR O % P A R 5 ) AR R T BR O P {5 | R ()R
D7 SR (0, BEE VEIIFIE BT LK R Rt 197 B BIN2 R PR F1 0sGSK2/0sGSK3 451 9l it
Z:5 BR MN ERFRLE T I Bk oy Besk, 7E/N&h, TaSK41  Tasg-D1/2 Hl STKe_GSK3 4 [A] 5
PN S T OROIE R RRAT AR E A ¢, L, GSK3-like I R Z EA B G A EZT



5554 75 42, A5 SRR S WA S IR EOROE B9 2 T HIL -5 B RISt 1067

SR AR R, OsGSK FERE % T WA -3 BR 32K SRR, 132 3] OsPPKL 2575 1 B2
fiti \OsBSK 28 (34 LA M Z A R0E 4E B9 52, It GSK3-like 215482 BR (59 ERKR R[G5
YN A5 AN SR AR S A AT Y g TCW3 4ifi T OsGSKS % 4L PR 1k IR i 5 5 20 114
YN17) 4 447 ) I FE KR ), 0sGSKS 54 K i i [K T OsARF4 A7 EAEF K OsARF4 BER1L'™

JKHE 0sGSK2 J2& BR {55 5 FFF ki &k & WF 58 H fix 2 19 GSK3-like ¥ i Z — . OsGSK2 B % # ik 1t
OsBZR1 .DLT ,0sWRKY53,SG2.GS9 #HICE A 1A Bl 3 A K FoAth & 7 98 45 PR -, DT e 25 3 26 [ 1~ i A
P AT B SREE 10 2 0sGSK2 TE MRS R I, T A A A SR IR RO TE R AZ BT, BR
M 37 9557 , AR 2R A I R B LT | AR A A2 BR A (R RE 5 24 OsGSK2 1 PRI il iF, OsBZR 1 DLT 4%
FAER PR B BR i h 3 K A FPRL % CWS BEfSIE L5 OsGSK2 H AR -4 il L B il 15
it OsBZR1 F DLT L BERR I K% R B | S 8 fihr 55 Avki e " S SG2 J& BR W R A9 1E 45 K+, 41
U5 BR ARAH SG2 [ AHA% AR B H %X — 1 B 32 OsGSK2 M 1% P A3 i 01 . B IR AL IS 19 SG2 ik B3 M I3k,
ekt AN PERIE R T 0sOFP19 | R I, OsGSK2 AUAT LAFEAR T Vi# P F 19 16 4, 38 0T LA i
I R R AR 28 (R oA, PR O A BB A UE A IR AZ A TG Sk sk L VE D RE , 1T X R A A R 35 % BR
55 Wy S5 R R G HE

R T 0sGSK2,0sGSK3 7E/KF BR {55 SR A B W AE T EZAEN, GL3.1/qGL3 &K Rk i
P 0 S8 QTL A7 45, 1% QTL 4wt 5 47 Kelch-like 5542 5K F1 C 3 PP2A 5438 (1) 2 1 W AR i OsPPKLI
EAUE ST BSUL (bril suppressor 1) FY 7K A5 [R5 2 H (3] TR 2 A Keleh EEJFA ,— MMRSF IR AR IR
(Asp) ZE N KAFEME (Asn ) BORA S5 B T 8K AR . qGL3/0sPPKLI RERSY 0sGSK3 7E A P 41
KAEHBEHAE, qGL3/0sPPKL1 38 1 25 % 1R b A2 2 FILIE OsGSK3, M T 38 i JHL X T 9if 7% St X |y 41
H L AN, R RRILEE A R AR M EAE R QS EHAREE T qGL3 MAE MDY gt — B
qGL3 fEEIHES 14-3-3 B A BERR AL, X M BERR AL BRI T 14-3-3 15 OsBZR1 BIL5 & RE S, X —Hl
il #2755, qGL3/0sPPKL1 X} BR {55 W5 v fE B A 2 2 Pk, B Al it 0sGSK3 E 43815 OsBZR1 25 %%
SER PR ST, A AT i@ AT 14-3-3 RS OsBZR1 By 45 0] 4340 FAHHIAZ N I T aE (& 2) .

T PR O 22 e
SMG3
DGSI BR A,
OsBRI1 §
L
VR AL Rice =

BRIl &

,’;:j — Arabidopsis
P BAK1

.

BSU1. BSL -

OsGF14b

_ BES/BZRs
BRIGFEAH I H ik

|
|
|
|
|
|
|
|
|
|
|
|
|
|
|
|
|
|
|
|
|
|
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|
|
|
|
|
|
|
|

OsBZR1
OsSERK2/0sBAK2
BRI LI T

PRSI gk SRk

2 JKFEFIHIETTHE BR ESHESEE
Fig.2 BR signaling pathway in rice and Arabidopsis
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1.4 BRERZHXBEHREF

BZR1/BES1 J& i 5 & B BR {5 538 B 055 Sk 7, AT L34S & E-box . BRRE S8 e, 14
P RE R s | A0H A ) SR AR RS R A U R BRGNS RS IR R T 2 B P, BZR1
RERE IR SHB1 IKU1 IKU2 MINI3 %5 5E3E R, femi b iz  IRFL AR B U & &7 L #EKFEH, OsBZR1
AEfE 25 5 CSA. DGSI , OsBAK2  Wx Z5 51X K BR 15 5 1% 35 BIBE 41z By . S 0 05 A L BE TE M &
7S ok ZmBES1/BZR1-5 3% [ ZmBIN2 FBERR LI HIT | B by ZmBEST #E AR,
LSS A IS AN LR ZmCYCD FIVERY LW A OCHEIE N ZmAGPST T bk & B

M7KAE BR 550G B, OsGSK2 ML Rew il , LML 1Y OsBZR1 7R L% M KA R i 55
FEF A ST LAY E-box (CANNTG ) Jof4 1k BR Wi i JC1F ( BR-response element, BRRE ) 454, 42 F Yk A
AR OsBZR1 J& THIYI A A5G s I F K%, H N I 2 5 DNA 455 FEE 1 B4R, 8 1 g #a 3s
524 GSK3 R LA 5 LA i 2 AR e M, C s S s ¥ . OsBZRI-RNAi Bk &R F 80 H
A ELSLANZEFFEAL , B AR R B R A BB JE R Y . OsMED25 ( mediator subunit 25) fig5 OsBZR1 H.
YELL AR oF %% 5% 38 51 OsRLA1/SMOS1 ( reduced leaf angle 1/small organ size 1) fE b — Ff AP2
(APETALA2) 75 K7, /8 OsBZR1 MG s IL3ETE 7, 55 OsBZR1 Ppla] 45 BR M i JE R 3% | 5% 0 i
TS AR FRER R/ X BEBFSE LA, OsBZR1 AN 7 58 U A BR W R | 11 2 o 47 S5 s 3t
BT R F  Mediator &A1 il 52 s HAWFE S K BR {55 5540 e 4P 3L R Feak it

JKFG CSA( carbon starved anther) 4wt MYB F jG5E s I 1, 42 OsBZR1 [ E R IEN Y | OsBZR1 i i
LEA CSA JE BT 1 E-box JUIHIG HA 1k, CSA T8 1ot IR 35 R R 1) “ 2 I AL 32 BR (5 5Bk &
BB TR OE TR | BR [F 51 1 OsBZR1-SLRL2-Wx #6128 755 B 56 Ve 0 4, OsBZR1 143
25 Wa( Waxy) Ji 81 F L) E-box #7% HiF% 5% | [AH , DELLA-like £ 1 SLRL2 (slender rice like 2) 5 BZR1
FAERHI T Wa (0055 S0 S AR AR A R L URISE BEST AT BIMI 4 bHLH -+
A4 BR # AL K, K &% tF DLT, OFP, WRKY ., bHLH, GRAS, MADS-box % A T ¥ 7] % 5 BR i %
H3AT200 COsWRKYS3 S OsGSK2 FUJEEYY, 754 BR IE ] 8 £ [ T2 i - Je f fnokr 197 0 W63 5
DLT (i HAEB CRAS ZIEHE AWM S5 BR A FARIE . 0sbHLHO79 , OshHLH92 , OshHLH186
OsBULI ,0sBC1 %K F# i, T bHLH #1544 BR %y H % 2026 4SO FE /R T —Fh i ks
KL/ RNA 4548 1 LARGE 3 0sGSK2 P45, H-7E#% P 5w e P b2 & A 808 bHLH & 4 PGL2' | i
ST R W UM AR OsOFP3 (6541 XA RNA 45 A A4 SR A BOe RSP, 3R T BR
ST SR G SHE R Z W B YOI AL X R BRI B BZR1/BEST SR — A5 S 45 1A% L
Fe 0 HEm 20 1 Bk T e 5RO R 45 6 TEMRRP A 2180K TEMT A R AR L8R RL,

Zhang %5 ¥R T BR {55 7RS4 A AY RS PR VR T ML) , 38 i KB 2578, o T &R A i AR
FRZR  WIE NI e T CHERE R BRD3 ( brassinosteroid-deficient dwarf3) , Fogmf%h 1 Fhibh =2 2 85 B G
BRD3 W& 2 HOKFEN BR & HEFEAIC, BRD3 V5 F & A 2E K R4 A I — R o B oy A 4L (SBM) Hh, #87R
T BR ZES UK R B R A hAE . DRSS /R T 46 SBM 1, BR & HEURR RIS T BR {5 538 Y
R 0sGSK2, 0sGSK2 R fLIF R e T #% 5% K+ OsMADS1, o€ [ OsMADS1 EL #4545 I i T i
FOSLE RCN2 (rice centroradialis2) 223k, RCN2 A5 A 43 A 41 2V Ak ) SC AR 45 IR 7, 76 gt J5 3R
T SBM [)/NEAR AR AT (SM) 1567 (K RS 28 I B 0R AT 40k, Se AR 1 T SRR I B, 38 T
TR

OsDLT( dwarf and low-tillering) J£ /K BR {55 H1 J) — PN HE L L= H . OsDLT J& THEWFA 1Y
GRAS(GAI RGA \SCR) ZIEHEH ,MEH 0sGSK2 M HIEIEY) , s R (L5 D RE3Z BN H] ; BR {5 5 etk HAEwE
FRALFRZ | IE [ J4% BR i) 554 DLT2 14 GRAS 54 5% K1, 5 OsBZR1 1 DLT HAE , BRI K
TR RUFERL KN, IE 1755 BR (55 W% 15514

AR, OsLIC1 (leaf and tiller angle increased controller 1 YAEN BR 55 W 8% 5t K+, 2K R e
AN TE ) CCCH BB 7Y . OsLICT 5 OsBZR1 MHHE 54T 767 BR /KF T OsLICI B £ w1 ki
TEIFHEARZ X HT OsBZR1, Pij 1 BR 15 5 3 BE TS , M AEAIR BR 7K & OsBZR1 FZ 4K 3 BR {5 5 1%
S X Fh OsLIC1-OsBZR1 FH 41T 76 i 2 -l i AN SE T dee i L o LA B2
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2 BR 5EMESEBHNXE

2.1 BR5HREZE

BR S5RE R (GA) IR BA W WA R SHEEPWEM:, 1 BR F1 GA HFAEML IR0 M (K | IR I 7 bk
1R e S RN R A R v i SR B D R VE F, (E 3 1 ol G a8 nT B Ol R Rk i R B AR XU
OVATE ZJ%EH H (ovate family proteins, OFPs) 7£ BR-GA 38 R i B & & M0, KRR R 4 It e
31 4~ OFPs 51 . 0sOFP1 J& BR {5 A2 e M e sk 72—, T L5 DLT B AE,BR 21
OsOFP1 A 5205 GA AR, i35 bk AkiIE 1) . 0sBZR1/BES] 5 DELLA 288 I EAF WG GA {5
SHPAER T LM OsBZR1 [ DNA 454536 PEPY . KRS OsBZR1-SLRL2 AR iE— 8 GA 42 1)
DELLA-like 75 BR P45 ER & THE RE AR 0sOFP8 1E /5 BR 5 5155, 0sGSK2 ¥ His ik 1k
IERaE B AR s8I 4 KRR 0sOFP19 5 DLT Hil OSH1 ( Oryza sativa homeobox 1) JE (% &
PG AR 0sOFP3 J2& BR 5514 5 A M il K 7, 0sGSK2 K o ml iR 1L )f- B 8 H A K F, vl
OsBZR1 H1 DLT HAEM [0 & ¥ K AR BURIRIE | i 32385 S SR ) BR N URGGR Y 45 5%4k | B A1
JNKFERLLT AN, 0sOFP22 58 33 K i K R 88— DELLA 11 SLR1 (slender rice 1) #15] BR W 7 B P %3k
it 323K TE B R R B FRUE AT L, BR 5 GA HAER HUE 2 MEAERAS S-S0, i &8 i
Bl SR O A AR RIS R S AR 1k v AR T B R K il ot 1) W I il s
2.2 BR 54%K=

BR 54K RMES 38 AR T RUK RS s i BE RS, P e PR a5 0 4 2 B IR S AL
e R R B AR Y KRS OsARF11 (auxin response factor 11) /E A K 255 B IE 18 & 2 K,
55 OsBRIN Jii 81 H A A 4 3R 00 B G 1045 A S0 Lk, i P bk i L v e g Rk 71, OsARF19 [R) B3
1254 OsBRIL Ji 2l FIE ik BR {5 5 IO AR R e /5171 OsARF17 fE M A K B 300G 1, 38
I BT OsBRIL AU 45 07 FE K HFRI31 (#1555 BR 15 514 5 DL 0k 5 FURL K, B3R5 70 43 i 2 1
HFRI131"/QsARF17"" 414 0] PR A K i 1771

BR {55 f i A F 0sSK41/0sGSKS/TGW3 ( thousand-grain weight 3) i 15 BER b OsARF4 251,
It — A i W R LR A OsTAAL0 3458 OsARF4 YRR OsARF4 1 A A K 38 0 17 K 1R 2 10 1 20
My 5k LK OsPHI-1( phosphate-induced protein 1) F)3ik DU R AR S £ 45 5 T8, OsBZR1 3 3
454 OsIAAG6 JE 3117 BR M Jof BRRE 3% HL3R 1K, OsIAA6 Fifi J5 38 <t 1 ] OsARF1 19 Dy fiig >k o 7
1, LR T OsBZR1-OsIAA6-OsARF1 FiE L ] OsBZR1 W e R iE LM EE SN A — 1 EE
R,

RLA1/SMOS1 F1 SMOS2/DLT /& H 21 BR-A 4K R 1Y CHKTT £1, OsARF1 454 RLAI/SMOSI J3 31+
AuxRE JHEH L . RLAL/SMOST /& BR {551 1E [0 45 K 7, 0sGSK2 K Homl R Ak I 41 il Ho e 58 | 11
55 0sBZR1 HAEWF BR Wi 7 36 P 9 23k %0 B F B9 %, RLA1/SMOS1 Al SMOS2/DLT JE &2 &
1A DM EIE R U SE P OsPHI-1 19%E 5, % SMOS1-SMOS2 &K T 0sGSK2 T i, il it BR H54: K %
DRIR K RS R e FUFERE R 1 Ik Ah, SMOST/RLAT 3 & 32 5 /K A8 AR L B2, W s AR
NGRS ( nitrogen-mediated tiller growth response 5), 7£ 1l & 2% 14 T i i ¥ 3£ PRC2 ( polycomb repressive
complex 2) 21 14 H &AL B M 52 & 4, AT 400 #4143 B2 400 o4 35 PR e 2k, ) st 12 3 260 F1) 480 5% R ) BE 4
Bty
2.3 BREHEHSHE

OsPPKL1 AMUJE BR 55 WA 4y, 24173 242 (cytokinin, CK) {5 5/ S EZ M A 7, H
D364 v 5030 13 1 50 OsAHP2 il 12 £k 11 55 0 1% 328 25 200 Jif 7 24 220w 17 P 7 OsRR21 A 50% , AT 4100 1 ot
K121 ScRRGT BR T CK A5 5 (0 LR P85 (15 OsPPKLL ik 2 Pk 22055 1 G Ay o, i e 1 f]
OsPPKL1 %75 [F] A 5200 BR A2 A 4354 R i
2.4 BR 5ii%E

BR 5 ABA {55 Z 811958 XXHE RIFESZ i Fh 7 & & . fE4UREJT o, BEST 565k I T REWS H 245 &
ABA2 F1 ABI5 Ja 8 F )75, BE AR IR ABA 7K 7, I8 & 0% SHB1 . MINI3 Fl IKU 5 R 3R 842 F b+ A4
K181 kFEH ABA i 519 NAC %55 F OsNACI129 TEEHL gk ik K FUp R, 3o 38550k R LB
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BR BUBMEREAIL, #2715 OsNAC129 U338 ABA Fl BR 155 LASUAERARL /N | AT AR 14 1815 VE K 5 R S
TP
25 BR5GEHES

GS3 Hfs—FpAE LA G B v WEE, &1 8 & B K RE kLK ROk B A9 4% QTL, 6S3 5 ¢GL3/
OsPPKLI TERL AR E B B8 IO ™ 78 G & AE S IR RIE 14> A b  GS3 F s —Fh
EHL A Gy WP FE DEP1 (dense and erect panicle 1) 3£[7] 5 MADS-box %% 5% K OsMADS1/0sLG3b B3 HAE,
A SRR DL BRI E SR D) (AR RS, OsMADST AU G 2 A5 5 10 58t R i I8 1,
2 BR {5538 O B 2R A BT BIBMHFR /R T 0sGSK2-0sMADS1-RCN2 4338 [ ] 45 7K #
HRLEHLE T I, 0sMADST /BN G B FIE S5 BR 55 2 43l B i L [m] T il 40, B2 GBy =%
A& (RGB1-DEP1/GS3) i BLIERG s i#% , 32 BR (55120 I OsGSK2 MYBEIR LB 4 . OsMADSI #)
BT BRG55 G EAMGESAERIE o LSRR B0 A% O FARALT . 28 1, BR B G HAR S
FERFROE A A SR AR B PR A2l R E ZEIRE, NG OsMADST 5597 55 8 1 R % G Bk, P[] g
TERFRLR /N SRR
2.6 BR 5 MAPK Bt =S

OsGLAI #it—A>E AL T4 Y MAPK BEBRESF MKP | (7 5k R R NRDK RS &K B . GLAL 5@ it
XF OsMAPKG6 HEAT F R R A 16 1 400 1) L8t 5 P | Osiglad 28 78 AR 22 LM X AR B BR 155 10 w85 5 AUk )
Fang 251 & B OsMPK6-OsMADS47-PPKL1/3 LU MAPK 20865 BR 155+ (1) PPKL # iR im 1 1L [
JEYIEAT I . OsMPK6 SAHHHE R L OsMADS47 345 H S E M, B 2 J5 B9 OsMADS47 15 5% 55 7K -1 il
TR R L GS3 1 GWS 19353k, Al , OsPPKL1 Fil OsPPKL3 MR 5 OsMADS47 H AW H L0
B, B2 ol LR AR | AT 0 53 XoF T e A0 35 PR 114 2 Sy ol
2.7 BR EHM{ESER

BR 50555 YK R IETE PR A B BT AR A FPRLE S A ot T2 ik [R] Ak ) TR 3 P 1 e i |
HZE ARG AR  BR GE BRI AE 2555 A CSA (carbon starved anther) M B2 K Wx (waxy) AR W R
%4 W FE 15 TR 1L B AGPase ( ADP — Glucose pyrophosphorylase ) . 7] ¥ P4 3€ #) & [ SSS ( soluble starch
synthase ) | IR B R A 2 0 A2 5 R TL B /)N WE 3 AGPS1 ( ADP —Glucose pyrophosphorylase small subunit 1)
R T 1E FIVER & ., /N4 TaSnRK1-TabHLH489 #iHiE /R THE{E S 5 BR {7 5L [FHE R K
AL, TaSnRK 1 38 23 B R b A2 F TabHLH489 [ fi# , 17 BR i i TaBZR1 #7i] TabHLH489 Rk , — 3 ]
fift sk TabHLH489 Ay AR A s sbsb S AL[R R, BR P R0 & B A R R A K 8
TR SE B A 1 A3 L B

7350, BR H5EFWEAE S R WAT ZA w7 MR E 1 55 B[R] i 2 5 OR PR & BERR R
BORPUERPE AL R PR BEIE W PE . BR (5 5 30 v] B4R S AR KW ) B e Eh | T Tk o R R A A 1
T, ATRE SO FRARAR ™ . GWS-Like £ [n] JA4EKL T8 A EE Bt | FL AR BEAZ W] B 3 s 56 AR W aa R AR K
FeI, AR HE 2 BR OGS R P R 1 mT BB RIS B = s A Y L RO T B A P 3 M
5 R AL AR BR /55, 3R A BR SCHU N — ik “ g Ha (K 3)

3 AREREDD BRIFEFHNZTHRTESHRE

31 EX

oK (Zea mays) BR 155 WIA% Lo i 455 UL I R o JE AR ST, (B AR R 4 43 1 D Be AL 1 R B A
BT AR ZmDI1 R ZmDWF4 2545 i L R 9 26 16K S B 45 P g K AR i 1 B 78 |-
PR ZmGSK FIEANE by i 7 38 2 W R Ak T e % S I 7, ZmBES1/BZR1-5 HE4E & B S 5 41
R (4 ZmCYCD) FITER A= W06 i (U ZmAGPS ) (SR DR | AR 3 0 N 5 ) 78552 2 A4 i 4[] 0K
HkeR Z T, Tk ZmBIN2 RERSY L A IR L ZmBES1/BZR1-5 LAFMHI AL 805 154, 76 BR 15
ST TSR (LAY ZmBES1/BZR1-5 MM KEREE' Y . Fok BR MR FRI5CTE BR JA# e /Xt
R Y T B (L, A0 PR DX SO 200 42 1 200 Ay B A X T v 2 B AR S T IO BE A B ORI B 56
B, ZmUPAI (upright plant architecture 1,%mt% BR & 58§ ZmBRD1 HYIIREERFEZETL) Fl ZmUPA2 (T B3
e s B ZmRAVLL 17 9.5 kb (19 2 bp 8% ) J& K 23 R v S8 5 (4 il it £ ) B i, AL S
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/ BR5GA BR5IAA OSARFI1 BRECK BR5GABA \
| i OsARF19
| owmx ea || [OERD.—EOREES E
l OsBZR1 l |
| OsOFP§ SMOSI I
||| 9OFP% i pELLA SMOS2/DLT OsAHP2 [ osrEMa1 || osNACI2S |
OsOFP22 B I i Il 1 1 I
! SLRI [0sARF1| | OsPHI-1] OsRR21 OSBRIl | , irokpe, | |
| e e : e OsBAK1 =i
M, BITE FEE A 5 5 D l
| FEOKAA D WERSIER DA |
| BR5GH BR5MAPK BR5H{5 5 BR 555 5 |
I e oaa]
l | DEﬁ [ 63 | | OsMPKS | ' |
I | TaSnRK1 |—i| TabHLH489 | 1 |
I 0sGSK2 ‘—ﬂOsWRKYSS | OsCaM1-1 |
! ST ! |
\ e DRRIRHERID RIS | R K A mREEEE |
\ s

B3 BR SEMENHEMESHXR
Fig.3 Schematic representation of the relationship between BR and other plant hormones or signals
AN R P 7E 2 R T oK PR i A 2 189 L X — R ™ b TR AR RS SR ZE A2 8 BR A G
e i E R IME
32 IhE

AT /INZE ( Triticum aestivum L., AABBDD) ) BR #F 58 32 BR T [R) P 3E K 704y (H I S BUiS: 1T 28 1%
Tasg-D1 #ih% STKe_GSK3 1 (0sGSK2 W [FIEHE ) , HI)REIRIF B A Tasg-D1™* 258 GSK3 H [, i
#il BR (5516 F e KIE kR A8 I | ZoF-TaBRI1-TaBKI1 BEH3E /R T 4581 BR 55 1 1L .
ZnF-B 9iA%1Y) RING B4 E3 32 38 A BR J51Z R ALFEAF TaBKIL f##BRXT TaBRIL (Y08 5 $i2% ZnF-B
S30 BR {5 5 B | SEIR R R RIS 10.6% ~ 15.2%" . FIF CRISPR/ Cas9 £ 5 4 48 [7] it
R TaSK41 VO[] P E PR PR A DU 58 AR A, S 3 DU € A2 1A (g A 18 DK e i 396 o, i ke 25 71 43 BE IO 32
TR S L) TaSK41-TaSnRK1B1( SNF1-related protein kinase 1 B1 subunit) B &L T E R EE T S5k
KGR RE R 4 TaD11-2A FER G 3T X Hapl £ R SA5 70 55 07K 7R & Tk 8 0
M, FEBRTE RS2 BT 27 ) BEAh, TaSnRK1-TabHLH489 il #& & BR B & {5 5 M L5 5
Pl RN AR, BR A T i8It TaBZR1 TE5E 5K ] TabHLHA89 335 , Ak i HOME T i 200 i AR G
DR (e SR R e 2 A T
33 k&

KF (Hordeum vulgare 1.) BR 324K BRI-1 B 25 A0 000 uzu 7% (55 857 14 & R 5748 W & IR , IR
T 2612 37 A>G T RRZ ) S BURFLIE R RLI IE 5 AU I3 A5 5 S JL-F- Bl o3 A1, 32 BR {5 5 HG
ANJHPEFR T PR KA S P TR A BE R RLSE F0  HuDWARFS 2875 VA 5 0 7 b 186 0 i ok 25 [ A1 ) 40 5
PR, S T AR IRATHUENR 55 AR5 1 RPN = B P, S VR R A TR B L X — R
PUUE A A TR R AR E BR G U, PSS B 23 ) 068 B /KPR BR o B 22 S Ak, {500 7 4 e 4 75 4
S ZE T 1) 4 ) B TR
3.4 BYMLILRSH

BR {5 F IR FERFRR /N S RELE 22 VR b S B O LI PR S BORE R, ZEORSFHETT T, BR AEH)5 1L
BARKHEEE( D11 DWF4) DAk 52K BRI1-BAK1 {5 S8R GSK3 SR Ay 7 I 422 TR - O A Lo
ALK BZR1/BEST Ay 2t i PR 5~ A A PR B I RS- AR ) R S B0 AIE . R Fh e S Py
T, A FEEY I R b e TR R RY BR Ol BRI S 5 JKAR GS3 . GWS5 TERLE UL b R 45 0 AEH]
Tk UPAL/UPA2 =B M 38 B B M, /N ZnF-B T Tasg-DI 178 5[] Bk 52w ik v Aok e 01
HEMIE TR T /N LR R S b2 | 26 3 AR IR o Tl 2 AR ) 1 0 2
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HEAN , AR TR IR IE D TC A (AR AR AR /N ) o S REIE ST SR 1 Al ke b i S LI | 22 Fh e P9 4 25
SR A 1) 7 S A ) P R85k 22 [ A5 5 B D A R B , DA MR B8 RO 1B A

4 RHEERE

23430 20 AR RGEWEST, BR 15 5 IR A B 10 THESLCL LA TS BT, M BR 2B & B Z 1A =
B WAE A BR 55, 4T L R el i S AR A R 4% BR B Z&5 6 TR, 3 — 3 B 7R 4
FATTHUKFE Bk R GET , e oK NEE K A EEAEY AR 2] T e R R QTL Ay vl
7R BR {5538 BRI RN B A B i S B 2R S R 1 B SR8 S P AR R /N | il Jo R B o
HAFEEM, BR {550 B OCHEM I 110 B 4848 S 2 KRR 220 1 R o 2 57 1) o 08t el
qGL3/0sPPKL1 7 Kelch F 4351 i (955 A H5 L 275 (D364E/N ) 3 o B AR B R i 4 , 52 I OsGSK3 25
FIRSE P A i 4y 2L R AR 546 S, 1 ) R R 5, (H A5 7 7 A9 J&, OsBRI1, OsBAKI , OsGSK3
OsBZR1 5§ BR 5510 Al 3 AE RV ARG W AR M A7 AE A SR8 5 X 2628 S5 pip [R] S ORI RS BRSO 55 T 48
1A B TR = A B BRI T, B3R A SRR SANEE /R T BR {5 53 B 76 VE 9 94k A 5 o ek
K AR O PR P VE T, 38 R 38 2 20 F A B 45 AR 3 DR 08 AR o ek OB 5 SR IE T 52 SR A4
SHAERNT LRI . A IRHEY (3R AE2R) 383 BR 5 S [RIHE AT SR NS R B B AR A
Pr(CH ) W@ BR PR MR i AR E PRI B, BVARTHT S, BR B SR A0 A 9 G ) AR R
AN, 5 Z R R A E Sl S S I A R YR PR E TR TS BR X RIEAL
IR BR O HE R 08T B B, A B D B e Sk S R S 7 P S5 A5 6 A8 7 1 S A R 2 8 R A 2 ) %
B ST I TR R, N T — S A SR TR
4.1 HFENEEEESHEK

1) BR & A& A2 0041 43 ELAT 3 B 2235k AE S s JE e o 0 0 I A [ e, e g i Sle £y 4 BE B R4S
MR 2Bl 22 A | 287 RPN R IR e, RO AERL R B B4 S I8 3h T R R s R AR A AL R B T i
AR5 B 0] AR TR ST T A BR . Ak, B3 i 5 45 0 A8 S5 2 S D AR ik sl 35 7, M 2
AT R AR AR R, RE S SEB T IR R LR AR T R A A A R AL RN 3 1 T AMEERLN , 1 i =
RGN AL

2) i 22 21 2 I R, g S 2l 2 Bk 2R 1 4l o BVE B U A2 2 R AR A4 2R 4k
PR, BR A5 5 W45 1 7 1) 52 4% 22 4k W 248 5 AR o] 78 2 27 5000 b 30 J31) 5 D 428 DR 1) S B 8 42 AiX
ol R HAE AR R U8R B B B T RE A AT 2 A% O

3)%F BR #5is bl 545 AN R Z . 54K Z A M EZANE, HETx BR 2 HLH
TR R, 2 AAAE BR #2811, BR 2S04 Wfef e g 7 sk 2 nl k4 i T BR JEAh A= 12 h i
FEZS [, WRE T BR 2SR B 520

4)BR {5 5 MR IT KRRV E M RIS A /N2 ERVEY s i 22 BEAKAR B 3. MWD T R A
PHEEROE PR FHAEE AR S 22 55 EANRE il e A AR R R BULE SR . A5 RVE Y 1) [R5 3L [
TUAR AR RACRAL T S5 BRE T BR B ML A EHT | LA 7] 7 Fp S B A DLk 544k

5) TS BR G5 HAENLH M AE B, BR 72983 5 A4 2 A0 A o e 36 m 157 v 1) 16 B 1 AT A7 A
G, TR T BR R S 2 I HIAE A SR R A Gy MEEAE S e il i BR MO A A
H% S BT RTRE 11R) 25 S AR R, LA K An ] B 8 By 26 ) 7 45 7 S 2 =2 [0 1) 1A 0 D, A SR R 4T3+ 4
AHBR,

4.2 KREKEEFME

BT FRSHT, 456 BR BRI & R G H  FRATTA AR I R A LU T J7 1] .

1) ) FH 35 D8] 4 3R B AR A s T 5 B 42 [ 7, 4 OsPPKLL , OsGSK2/3 , OsBZR1 1Y 2 5186 B A1 K} (£
F85 05 BB 4 R AL SR S AR 45 ) | S5 B4 I A S 2 2 N 3 UGB S DA BR 555 B 51 24
I 23557 BRI P bR ) R TSR AR o o PR B AR B2, ISR R R R
AL RE S PR AR T AS S e -2 Ay 1) 56 PR, sl e S P R s A 4 TR AR T NS bR & 7 SRR D R
FER F b B Rk R S sk D B A B R 0L, SRS T S T B R BRI AR

2) FILFHE A 2= 8 T4 2% R R BESE M AT S5 R R L K AlphaFold 452k 1l Z5 M T T H., R4¢
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Y78 OsPPKL1,0sGSK2/3  0sBZR1 85 4% 0o 21 53 AN [a] BRI S AB M (M 25 A 6 A . T % B 1 SSUIBA87 A RN )y
REFF 91 TR A B 388 3 5 R i T B 10 18 B AR SEASAEAE B9 A 548 , A T OsGSK2 HYAS [R] B iR
FAB 07 A B EL A AN RSS2 AR T 2

3) FEFLAMAZ A BR Fm Ul 3 mt I, F— 20 R4 BR 558 8 FOR SR L N L 18 A e
Yy JF BT PRI B Y BR {5 S SEBAERFRLRE E & B BB sk OCH] BR WA N

4) RGIFSREFAE AT AN 5 AR BLAR AR 55 D BR G 3 DR (G BARE E AeAT AR TR 3 R
REY0 UEFN S i KA o 5 A R R B B A B8 i R 5, 5 F s e 20k

5) T Al ?ﬁ“uf“*%ﬁ”\E&Tﬂlﬁlﬁia*ﬁﬁﬁﬂim PR TR I e O A 6 AR S AR R L /\,%mﬂ
A 3281 ) 1 FH P e AR 803 A SR AR 900 DR 3k 0 “ S i I R, BR VR AR DIAL RN & b ik
BERRR AL B R SRR E 7 1T 6 1 5 IR B A B & AR D S B DUk
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