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Abstract: High yield and quality are two major goals in rice breeding programs. The key challenges facing breeding and
functional genomics research in rice are the compatible improvement of both grain yield and quality. This work provides
a comprehensive review of the advances in molecular genetic research on the co-regulation of grain yield and starch
quality in rice. We summarize the genetic regulation of starch synthesis, scrutinize the molecular mechanisms of grain
yield, examine the molecular mechanisms of co-regulation, and investigate the cloning and functional analysis of genes
related to grain yield and quality. New approaches are proposed to address the trade-off between grain yield and quality,
based on the discussion of previous research. The information will be valuable in overcoming the challenges related to
grain yield and quality in rice using molecular breeding technology and will greatly facilitate the development of super
rice varieties with high yield and good quality.
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TLEM A

1 KRBT & R 84 7T

TE R A FEKAT R A () G B BE B R R, FEE
LR VE R A SCHEVE R R AT AR, [ N AR K
FEVERD I A6 TT & T K& 78 IF B4 o 2
fE, o REBOREE R AV B AR G, RIR
MR HAE LR T S T KR i e R, (H
FE R TUE R B S B A 45 5 R (R B b, e
K AR B R LR A RN
1.1 SEMENERKIEREEE

IKAEVE R B A0 A LA - v /05 v B I 3
() BGRURE L/ PR Ak U B 1 & B, Ve R AR &
JSAS A2 T B 5 e 7K R R
L1l ey 46 m

Mk I i K PR T 5 8 B 0 % e 7 0 R v A
A T RS VIR 2R, /KRG &
HEYUEERB. BN ek & k3 2R A R R ST
W E g COoy Ja B B 3-BE B H il BRG-
phosphoglyceric acid, 3-PGA), 4% b N R 4 bk
(Triose phosphate, TP), Fifid I BE B2 5 fr 44,
18 A M b BAE SR AR TR R AR Y 6 R SR
(Fructose 6-phosphate, F6P), #5575 N 6-EERH
%] HH(Glucose 6-phosphate, G6P)F1 1-f iR 7] %] #
(Glucose 1-phosphate, GIP)*l, GIP TERg#ELL T IE
B W B W %) B (Adenosine  diphosphate
glucose, ADPG), i#t— & ib B 4 UE # A1 S B Ve
Ko AfEE B I AR IE R AR R A AT R, R
T REPRUEE TV . G T0E R A B3 2R i
FotE R A RA N, H DU s i 3
KT RL 78 R E 0 1 A AR B R AL
(UDP-glucose pyrophosrylase, UGPase)I?J{E H] T 7K
fi# u UDP-#] %] F#(Uridine diphosphate glucose,
UDPG)HIURHE, UDPG #Abh GIP Rt NGk 4
W, P I R e B AR R L U R R SCRETE A (1
1-A).

112 A& mAaxigEAE G

KFEH, 2R RS 5TEHR S (& 1-B).
JEE bR A B (Sucrose synthase, SuS)#A SuS1. SuS2
A SuS3 =FE A, fEALHEREER UDPG AR
B . ADP-Hi] % B B B R 1k B¥(ADP-glucose
pyrophosphorylase, AGPase)A& H K /NI HE 4 11 5
JRVUSRAR, AL GIP JERL ADPGEL. ek & il

1 E K FE R4 (Chin J Rice Sci) 55 40 555 1 ] 2026 4E 1 A)

B F5 JRE 45 A € ¥ & BB (Granule bound starch
synthase, GBSS)FH 7] ¥ 1% & ¥7 & B B (Soluble
starch synthase, SS/SSS), #JLL ADPG 1 UDPG H
JEY). GBSS 5 GBSS I f1 GBSS II #Ff [ L7,

T g ) B R R S B R R B 1 B T,

Hr GBSS I i ALIER &, GBSSII 5t
b ERm A RE VMG SSS A SST. SSII
a/b/c. SSIlla/b A1 SSIVa/b PUZK[E T H, SS T f13t
¥ A BE By #E b %) BE 5L R A B (Degree of
polymerization, DP) DP6~7 [1] % % i {f &2 DP<
12, SSI B2k St e b HHURE 5 45 ol 52 1 W S B g 781,

SS TR Jia ik 2 22 R K%, oAb SSITa 7E/KAE ML
R BRI, DP<10 MIAEEE(A. B BE)Ef
% DP12~24, X SCHEUER S5t A EE e

SSIIb 7EM J Hde R ERIL, HWERE R & A
K SSIle FEAEMAALF FERIAEO; SSIT
71 DP=35 [KE B 814 k!, Hr SSlila A
SSIb 75 7 42 R FLAN Iy rh ik 001, SSIV 3= Z A
BT W5 P L 4D RS G D 012, [R5 e A SR
TR TR T A R34, Hodr SSIVD £ 57K
BRI, {H SSIVa/b Xt IRFLIE K & B A5 0 i 2
R wiusel, Ak, SSS [E TR A AEAE Thfig B S
HAh, 5 HADEE IS 2 MAFLE BAR RN, by
/3 3¢ M (starch branching enzyme, SBE)fl % SBE
[ . SBEIla/b. SBEIIIA SBEIV fiff[& T.%, SBE
1% SSS 1T a-1,4 BEEF I 2 515 3
(1) B B % B[R] — 2k BE B ) — SR RE T SR LG I
CefrE, AW a-1,6 BiHHIEREN 7> L AR
HEGEN . SBE [ T Bt ¢ B v b 45 M 5 %
ZREARY, SBE T FEAEH THKEE B 4, ¥
B SO R IE B AR E K SBEIITERESE A
TR R, Hr= S a% /2 SBE T 1 6
52U, SBEIla £ % 57 DP6~12 % HE M4,

SBE I b fEMR AL R e RiE, 54| DP6~T7 Bk K
iU 22241, SBEITIA SBEIV % 45 5 4 #% B S FEve b
HHEALTEYE, SBEIV A AE7E K REIE 3% J5 JITE M) 45 ik
ot B O AR P2, B 4y X B (Debranching
enzyme, DBE)E # 7 V& # B(Isoamylasel/2/3,
ISA1/2/3)F1¥ % 2= ffj(Pullulanase, PUL), fEiEH&
KR o-1,6 BEFEE. ISA W SCBEVER I IER &
EHEEWEM, Hrp I1SA1 Al UE R RFHER
i, WATBLS ISA2 B R IRTERM, 1EKFEMIL
XEEVER A s RS R AR SRR,
IF) Y05 I 5 A UGS A 78 4 8301, A, ISAT AN
ISA2 BY U] 32 B U #5805 7= 4E 32 271k 5 ¥ (Malto-
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A: VEAINE (Source cell) HBFI VER & BR AN (Sink cell) kI IE M. SuS: FEMEGEE: 3-PGA: 3-BERZHINER: TP. BERZIME:
F6P: 6-BEERHRNE. G6P: 6-BERRAIAINE: GIP: 1-BEERI&IME: ADPG: IRiF “BERRMIZWE; FBP: L6- BEEIRNWE: UDPG: —BERRIRITHINE:
Fru: R4 B: EHE e LEMESEAMIGLEM. AGPase d1 2 FlEdE (BN KIEH: AGPL FIBAN/NIER: AGPS) 4H i V5 I 2R
&; SBE: EX37r (M GBSS: WORiZ & Edn & s SS/SSS: AIVAVEVEH & HilM; DBE: Mi/y3(M§; DPE: Bifbli§; PHO: ¥EXD/a-H HAEBERR
{LBE: Amylose: ELHEUEHR: Amylopectin: SCHEVEN o

A, Starch is synthesized as transient starch in source cells and as storage starch in library cells. SuS, Sucrose synthase; 3-PGA, 3-phosphoglyceric acid; TP,
Triose phosphate; FOP, Fructose 6-phosphate; G6P, Glucose 6-phosphate; G1P, Glucose 1-phosphate; ADPG, Adenosine diphosphate glucose; FBP, Fructose
1,6-bisphosphate; UDPG, Uridine diphosphate glucose; Fru, Fructose. B, The main enzymes involving in starch synthesis and their functions in the pathway.
AGPase is a heterotetramer composed of two structurally distinct subunits (two large regulatory subunits AGPL and two small catalytic subunits AGPS); SBE,

Starch branching enzyme; GBSS, Granule-bound starch synthase; SS/SSS, Soluble starch synthase; DBE, Debranching enzyme; DPE, Dismutase; PHO,
Starch/a-glucan phosphorylase.

1 MBI EIE K
Fig. 1. Biosynthesis of starch

oligosaccharide, MOS); ISA3 DARUATELE, S50E J& 1% e 52 TEHE 7E B A0 ¥ (Disproportionating enzyme,
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il M oy B R A Bl 220 A P A ) T2, 0 31 Dy o A
74 DPE1 Ml i &Y DPE2. )5 A5k L-%Y PHOL Al
M Ael H-% PHO2. [ 1 _LikEgLASL, i&H —
LedElly B A2 Siekh & Uik, HATRKIA PTST
(Protein targeting to starch). BT1 (Brittlel). OsGBP
(GAGA-binding protein). OsLESV (Like early
starvation). OsESV1 (Early starvation1)%535-37],
12 EMERBNEEIERE

W& e AR B AR o i il R R 472 4 A1 )
REWTTCHIANIER N, TKAGIER & BN LEE 2R
[ AN S FA o SR G ) 428 A 3 2 R e o
7 NI =/ N N AW G G L B2 S S S R A i o
K, KABIEFLIER & B B R T ST A 2 2
e, fERSOKY, RERETZ 53 & Mk
FAIRIE T, [R5 DNA HEEALHIFE G,
FEHE SR JG 7KV Du(dull) RO BB VE R & B R
Wx R ) mRNA BTG B EJUE/EHB); fERRE
K, TR AR 1 Ve A B O 1 Al S
TR WAL, JEME MRS RER. RIERSEHEY
PER AN IR 535 DA 5G40,
12,1 #FoRFayif2

e 3 TR 7 0 e b s BT I AR E SR A
ST R, BT O R B R IR R
£l ¥5 AP2/EREBP (Apetala2/ethylene-responsive
factor). bHLH (Basic/helix-loop-helix). bZIP (Basic
leucine zipper)s DOF (DNA binding with one
finger). DREB (Dehydration responsive element
protein). MADS-box. MYC MYC-
responsive  TGF-beta-like) NAC. A1 NF-Y
(Nuclear-transcription factory Y)ZX 41421, ix $LJE
PRl L 4 o A %, R R F IR AL e A & E
BHG VR R TR A RS PR ORPRLE SR AN
IR, B R KR &5 .

FeFAMHIA T OsSGL 5 OsSuS1 M OsSBEI J
BEshT4ia, HiEERm &R /KiE AGPase Ji
WIEKEA 74, O 0s4GPSI (ADP-glucose
pyrophosphorylase small subunit 1)« OsAGPS2a/b %
i /N WP 3, OsAGPLI (ADP-glucose pyrophos
phorylase large subunit 1)~ OsAGPL2. OsAGPL3.
OsAGPL4 P KEE, b s R - 1 48 1 e i
14 2 35 1E 1T B2 W UE R A BRI, bZIP R B R
OsbZIP20. OsbZIP33. OsbZIP58/ RISBZI 4
GBSS %ifidFE K Waxy (Wx)a 511 ACGT HAE,
W& GBSS [RIEHS4], JEhl, OsbZIPS8 SiEk)
# 8 OsAGPL3. OsSSlla. SBEI. OsBEIIb il

binding

1 E K FE R4 (Chin J Rice Sci) 55 40 555 1 ] 2026 4E 1 A)

ISA2 JA 3 ¥ 45 A i H R EWL g
OsMADS14 5 0sAGPL2 F1 wx R B 311
CArG-box &4, HETEEHFRIAW, 45 5P|
OsMADS7 R ZIE e A A IE MRN8, 03
(Opaque3)FE K Jwht ¥ 4% % [K 1 OsbZIP60 REWE I
GBSSI. AGPL2. SBEI 1 ISA2 LK ik, Bk
IR SV A . B SR F OsNAC20 Al
OsNAC26 4% OsAGPL1. SSI. DPEI 1 PUL %%
FNFEIE, OsNAC24 % OsGBSSI 1 OsSBEI #&
PRI 3 a3 1 428 i) K 8 I FLvE Ry A . kA,

OsNAC24 5 OsNAP H A ) [7] i 4% 1 FHB,

OsNAC20/26 5 OsNAC25 GEMSTE A IE . fififai
TP TR 1 & 01, #5% [AlF OsNF-YB1 5
NF-YC12 tHE 44, 5 bHLHI144 46T MR
=4k NF-YBI-YCI2-bHLH144, HAEEZ &2&E
H 5 N REE B NF-YC12 1 bHLH144 LL4E
¥F NF-YBI1 ffasett, dkmidid a3+ G-box 45
FskiR . wx BRI S, ek & ks, 6
if, NF-YB1 5 OsMADS14 HAE, 228k Wik
TERFNR AN, 32 3 U A A BB U #7535 0L
b MYC FjGE 5K F OsBP-5 fEf%5 EREBP
kAT OsEBP-89 JER IR — Ak, s wx
FEPRI AL, T2 i VR L BB Ve A & /3. AP2
F W5 AT OsSERF1 (SET and RING finger
domain-containing proteinl )% GBSSI X ¥
ik, REMEINVER S E; A, SERF1 MREHRK
2xffi RPBF RiA®m, FHEFFRIA, WhHhE

B 15455],

Ah, BT BRI AR oA s A
T AR R LAY, o —HEEN %S
VE A O 1) sk i BB 7 . OsRDR2(RNA-
dependent RNA polymerase2)if it DNA F AL i
LR PCER NG ¥ FEMI L, (A2 /K RS
VE By B R 1 S5 0 EDO) . AP2 SR B s TR ¥
RSR1(Rice starch regulatorl)’y) SSRG 1 if 71 K ¥,
rsrl A2 38 OsBEI. OsBEIIb. OsSSI. OsSSlla
M OsSSHla FE R 1) i ZRIEET,
122 ZG#MiFRFiEE

VERY B R A E i S EA
HARSE, HA R iime B it i 2k
HEIEE s, FEDE R R IE T e
P S HA'E RN 33 T 45 1 E K B e KRG IR AL UE Ry
4 At B AGPase. SSIla. SSIla. BEI. BEIIb.
PUL Al PHO1 ¥JA] LAREATBERR AL B, SKBLN B
HEVE R N SCREVE R A B RS HE RS R208), [FI, IR



ZEPLYTER: KRR B YN i R B R R 5 R 2 1 AR T T

A o B & B AGPL2. AGPL3. AGPSI.
AGPS2. GBSSI. SBEI. BEIIb. PUL 1 PHO1 7] LA
HATZ RZAEM, FEERENE NI SR, 1R
K RS I8 BT P MES, Bk Ah . SuS2. SuS3.
AGPS2. AGPL2. DBE. BEIL. PUL il PHO & 1]
PLEEAT FLER AL . BEIAMELL . 2R, 5 R AN
2-FRFE ST T RSB, kTR KRG R A
EE[()O]O

| HEAESEAE A BON KAGE R & Rk
HEEFHEEME. GBSST 5 PUL. SSlla 5
PUL. SS1 5 SBEI. ISA 5 PUL LAf SBEI 5
SBE II'b 254 (A HA/E X B EEVER & A B B,
SS 1 5 SBE. PHO 5 SBE & HAEMEN & G
S RRIse Ak, SSS 5 SBE. DBE 5 SBE
[. SBElla 5 PHOI feWEREAE AW, M
PHEER A 462, PHOL T IER & R i e
Mrgohr s, H5 LR DPE1 B REAE S
A, PRI RLE By 1) & RO B A, I 4h, PHOL-
DPE1 EE&W%F MOS & A e dbfEH©e3-651, itk
AP, TEARE AR &R, KRG & R
B AH LT R B 1 4% Bl [R) R 3% B e K, (HAS R
B EI I RE R AFRNSEHT o

AR, WRIL—EIERE S 5N & K
Wi, HECW#IERE & 8 PTST A =/ A
PTST1/2/3, HAEME 4S54 vk Wk 60 4 A BL8%
M AR, HisE A BT EiEMAMIR Li%iE
ADPG. H PTST1 HA K= 45 8 Ak
IKILEMEE SR CBM, £ PTSTI 5246k i1
N, GBSS AREEN TiEkhi, HEEEEH TTIEE
.. &4 CBM48 45t GBSS M HAE&E H
0sGBP(GAGA-binding protein), @il /5 GBSS
ik mgs A, emKmEm A IR I B E
MEIE . GBSS 4548 OsGBP % GBSSIAH
GBSSI5 V& ¥y WkL (1) 456, AT 52 M e K A= 0 &
B 5 FLO9(Flouryedosperm9)%w 1% 1] 4F Mg & A
OsLESV IR 2eAd 1SAT 78 3Eky Bk b 1) & o7 ek
A, AR A E S&Y OsLESV-FLO6 5 ISAl1 &
P, T 7 428 i ek e K G B I 23 1 AL 3700 gkt
4k, Dong %57V Bl OsLESV Fl i€ ¥y 45 & & H
OsESV 1 [F] i 428 7K R v I I 3 A9 A0 VR 2L il R e
MG, e es SRR, g5k, b
FHVEN A A DS HE R (1) v B S T REAIF 7T, XK
FEvE R A AL AR IE BB IR N, (H %5
AL T) 0 B AR RGOS S AMEZATL ) R0 B [ 90 42 55 00 2 1

ANEHE

1.3 KFEEBRKRRRFAEMEEERAR

JE R AH MR ELAEVE K & B (Amylose content,
AC). Fi{biE ¥ (Gelatinization temperature, GT)F1J5
i £ (Gelconsistency, GC)& i =K & H 572 &
JFi(Eating and cooking quality, ECQ) H E g br, F
HAC SRR Bt . &R, AL, [
B 5 3 RO e R 5 R U A 2 B B DDA O . AR
&, fiifEk AC &S ML, GT BIKM GC
. Fk, AC FEXTRKIN T8 A B2 ke
YEF . AR, EARGB/T 1354-2018) W HaTE AL R
Hik AC SEN 13.0%~22.0%, UFEFEK AC S&
4 13.0%~20.0%.

AR, AR BT iz T K HE
JRAHRFE/QTL K% 5E . Tian Z56817E JE K 4 Al
K B Xt Wx. GBSSII. AGPlar. AGPiso-.
AGPsma~ SSI. SSIla. SSIIb. SSIlc. SSIlla-
SSIIIb SSIVa. SSIVb. SBEI. SBEIII. SBEIV.
ISA A1 PUL 3% 18 MER G Bl R 5 8K il Jog i
TTRBEA AT, BARA T ELBETE R & = W AT
AR TR 2 OBE TR], I e IR A 8 26 R ) 8 K i ol
RAER A B — 5 8 X A0 B R AT 42
SRS AT, % O RS K R B R A
B IEE Du3. FLO2. OsSSI. Wx 5¥H5E K
ECQ 1 & &% J SSIla/ALK (Starch synthase
lla/alkali digestion)!®,

] P AME FE K UE K i R B 43 T AL i T 7
RS EERN . KEMAKRY AC FEFE
2 LA ERGER A MBI RG], o wx
AC EE 1 B HI LN, Du F DR ) BB T M
OS5 e SR el I VAR RN = KB 1t NE oY Bei 104
MGER B E. Wx HAFEENEMTR, HArk
E B wxs Wxts Wab, Wt Wi, wixer'te
Wxma, Wx"P, Wx™aF wxt0, Hrp o IR
ARG, RIRELL wxe R, RERELL wxd N3, 45l
N TRE R & EEM A FRREIUCL wx
HNE. wx 5 24MNEFH 23 bp EEHA, WAPH 1
W& SHRBITIA. SN G/T RAE, Wx 55 6 4hE 1
N AIC FAFFNES 10 ANETN C/T A8, Wwxrv 2
45NN AIG A, WX A SNE TN GIA 5
AR 5 AMNE TN T/IC RAE, Wxm & 4 AR
53 bp 4N G/A 845, Wx™e 5 6 HMNETH 623 bp
KEHg AJC FEAT; Wx'0 %5 10 MR T 10153 bp ANy
A/G RAFTOT0L, e A [R) S5 A7 AR S (1) 3R I8 B2 A
], 38 RSCA R ZKCRE it o b SR b 5 1 5 o ()
FEZESR . Du SN ERNEIE Dul. Du2. Du3 Fl
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Dul3, ¥ Wx HifA mRNA WIBIEERCR,
M i K 77

GT M GC 5IEMdm. 45K Rk RIS
B, IR EY GT M GC HFREEF M EZ AN
RAEER ] SS HalALK F SSITla R & fdk GT.
ARIE F2 1 R S S R B G AR R ) DR R TR 78,
SSHa F1 Wx 5 % 14880 3 [7) U 428 R oK 1) JI 0 52 AR
PR BE S T R 75 A B R S T . SSIla FE TR
BIERWALIRE,  GT HEEJEMM, R
X AC #l GC 5 —E ;s Wx HEEX) AC il GC
HBERN, W GT. BEID A8 i S BETE
By 25 MRV A0 e 1 R A2 e . SR R B2 IR 1S AT
FA A AT IS TR A R BEL 38 i ORI 1 AR
FHB7. 66,68, 791 FH RNAi BEARVUUER SBEI 3R %
ik, HEREHSEEN. akms, BHNT
IKFEVERy B AL 7 R B T Hiem & & K
MR RZ 30 S Dhae T, Txs TiEk i s W RVA
R TER MU R /N 5 4 O R SR 4 P R o
IRl AR AR ELBEVENT - PUMETEN FIBAL I 7020

2 JKFEF RSN T A S

V- - R /N o e 1 A2 B A 7K R v 7 1) ik
fitt, ) IAR B Pl AP i K AL & 38 B (/25
) A0 SRR F L) A 3E — 25 8 v 7K R = & 1 22
RTINS 7K R AT R EE SR O
Al iz PR 5 B U K i Joid B 9] 4% 07 T P e 1K
T, AL B — O EE I R IR RN A BT T
HE.

2.1 FFRCERFIEME X2 E TR0

KRR 2% ik 2 v -G R K it A 2 8
ER . WESRIA, JKFEAE bR oA ol
BT AR, FRAE— R R T
T A U8 R ek T Ve R AR, R RO K IR L
M ER . R IR I R [RI AR, 32
T R e AR = B 5 T

TR B R LL ADPG N, FFRLEESK LA
GIF1(Grain incomplete fillingl)%w 15 41 Hg BE JiF b
g, PREEGEAE R YRR B E A A A, b
Wit — R R A I, 78T e A R R
FH AGPase 1L 4 B ADPG, 1 5L B BB 1A
FELRR E DA LI AT R0, gif] AR S B TR
WM. FFREEE, T GIFI I 3RIE &5 A KA
Ko RIS INGEY, GIF2 NS ADP-H#R 1k
B REE, WIS IER G, gif2 FRASIE UM RLHES

1 E K FE R4 (Chin J Rice Sci) 55 40 555 1 ] 2026 4E 1 A)

W R, kLD B, BEPD)X Rk A
SR, YR A L T ) G-1-P/G-6-P Z UL PifEN
JEYD, RN RN PAAE R PLIs ISR A R
. WIREY OsPHOI2 BT IRA Pi & EH
5% AGPase 5 PEHE MR A RIER s Osphol;2 A%
SECFRL Pi I B SR AR T e R B e R v
NFRIE, A7UEM A R IENE AGPase 1 14 B B 4%
T ORISR R . TE/KAE I RIE AGPase 2%
REBE K Osphol;2 FZGIRIIFFRIEESR BIIE, T
Rk OsPHOI;2 BRI JIEARF R Pi 5 &,
W5 AGPase Vb PE, (EREER G R, k3G IOk R
FEE2, b IR AR BR R 2R R IR R 2K R
JE DR e B A B B A A, T R e R R
WESZ AR,

T 7 VEE S v b8 A U B e o B B
VEIEEAEF - T T I 15 T (P A2 i 7 i = o PR 5 7y
2 —, Dong %% # 10 4~ PK K, #EiL
CRISPR/Cas9 1 RNAi RSt ribRak B PK JEH 3R
15, RIL PK FEK S K RE = &5 i i B Rk
o BE—BHF TR I PK I DR S d i 1 5 R
ks KRR R S R, Hh R R A A
OsPK3. OsPK5. OsPK8. OsPKI10 5 OsPK4,
OsPK5. OsPK6. OsPK10 IR S 80T 4 8 4
SER % %, A CRISPR/Cas9 % #5 3L K 24H &
OsPK4. OsPK6. OsPK8 5 OsPK10, Hiek&&
SEWM, wmEE KA S OsPK4. OsPKS 5
OsPK10, HE#EHMSTEEZE LA, UHER
OsPK4. OsPK8 1 OsPK10 %I T ¥ 5 HEEEm &
A AN . ospk2 LS 5N A IR
(tn AGPL2. AGPSI. AGPS2b F GBSSI){)3%i%/K
PR, ospk2 R HURLE AE R & B E BRI,
TERY BRAL R I R A oA, T B KR SR A T T R i
FK OsPK2 {E/KFEMEFLIER &R Tk 5 & BokL
KE M RLFE R SRRl s L E M AE B, itk
AL, HEAQUHE RS PK R AR & i
WEEER, TR KRS 5 T .

AR, BN Ah e AL I 5 B T OK X K RE
HOA E E om0 OR R R OM O R A
qGWS8/OsSPL16(grain weight8/squamosal promoter-
binding protein-like16)%5 PR 9 i 1F i 45 20 i 34 5 2k
H, IRE Gws (g ZRFFRIER, KA
R AR L, FEEIE NS Gw2 R R kL TE AR
B, MREAE WY3 th GW2 2547 3 R 7E g s [X B
% 1 bp, FECEMFRETAIL, ZIIREHRRRE
R /NARAN MO B, AR SR, ok vE. A



ZEPLYTER: KRR B YN i R B R R 5 R 2 1 AR T T

AR R EWINGY, [FRE, GWea i A4 E
H & B ¥ # [&(Histone acetyltransferasel,
OsglHAT1)i% ™ ) GNAT (GCN5 related N-
acetyltransferases)& [, OsglHAT1 & {7 T 41 i #%
SR O P e A N i 1 B = I | B
K, HEMIBSIRLE AN, REIEE TGW6 %ifid
TAA-7H] %) BB 7K A il , e 3o 428 o) AR 300 R AR
FE VG B I Sy A 28 18 15 K0 AT IR 2L B ),
Huang “5E815E A7 31— ANl /K Rg 7 B MR 1) 2234
QTL DEP1/qPE9-1, @it et ve ¥ & Bt o A
RILG ek RN, EAKRIRES,  BETT 52 WK
KR/ HATZ QTL CEFRE KRG = h R IE T
RKEMER . 27 b, BUATER & B 5 P2 5 B 1
F B R EORRL 8 B, T vk & A ok B
X 7 B A B R E A PR R R ) B 9 R
SCHRRIE -

MBI, 5 AT RV RN o it o 1 U 428 1R 1
45 FLRI(FERONIA-like receptorl), 175 iR )i
20 B AE Ry A A DGR R R Ik, BE T K
FLHE SRR R R /NS, IR OsNF-YBI 5 IR FLiE
3 BAH O R 3R R] e ik, e [ 15 VR 7L R A A
AR RLRESR , | H R IA T BUKREFRLR & Bt
FEB7, L8R 1 GFRI(Grain-filling ratel )it it
800 % B - 1,5- 00 198 2 3% A4 g/ T 220 B (Rubisco) £
RORSCAGIA G, 3RS KRG S ™
& bR GFRI SFEUERFMTRIE N, HFRiE
GFRI 3BURLHRL 5 5 IO, K AEVE M & 2K
KLRER IR BE L IR, 2 0o a4 ] LA [R] R 2
FROER S8, By FEMBERERE
FEARLRE SR BT K & BORH DG L R, ik T 6 v 7 i
(1) B AN TV
2.2 [EMEADEEIE IR & B = 2R

JREAE MU/t ) i) P L) FR) 3 i A AR
WWAE RSN . BB EA
SUTs(Sucrose transporters )7t 3] J7 5 /5§ J22 JiF 1
iz S P RERE AL R O ERAE D . KRS SUT F R
£ 4 OsSUTI« OsSUT2 OsSUT3 . OsSUT4 Fil
OsSUTS 3% 5 Mliot, Hr OsSUTT 3 KRB K
i, A LD RE SRR IR S A6 Ky K B Hh e Ry
TR, XU AR 10 2 ) R A LR At B i iz R
FIAME RN, OsSUT2 MRS OsSUTI
AL, ¥ 5%k B ME R % V) M o%, i BR
OsSUT2 M7= &% . OsSUT3 FERTELER) s 7
PERIE, EEREACh K7 Mk R, 0sSUT4
1) mRNA 7EAEZ5 K B i1 2 5iREie k& o

KH[H SBEI. SBEIII. GBSSI. AGPL2. AGPLA4.
SSSIII-1 F1 SSSII-2 1K1K . OsSUTS 3[R 5K Fg4h
SIS AW T B AR DG, (EREBE K PR R e e R
DL ST R fix 38>, gk A, OsSUTI. OsSUT3 Hi
OsSUT4 FDRE /K FERTRLEE S I 2 P 52 K F NF-
YBI1 ¥, NF-YBI{EA SUT Lifif#ERT, XK
FEATRLE S A E B I0S), JhAl, SWEET Figkth
RbiiaEH, Hilc%¥ae 21 4~ SWEET Kk
B, #E—BiEd RNA I LR IR R RIA 22 57,
RIL ossweet]] RAZNELERE-TER YRR KL B #
Ak, ESE OsSWEETI1 BEAR IE FE A i) IR L 1) 54
iz, drmiREARL R B0 iR OsSWEETI £
SFEURZEE P RERIREE N B, APRIER S 2k .
OsSWEETI5 2H 1 ThaeS OsSWEETII 21U,
ossweetl];15 X5k ISR FIVE R £ B AL FiseH B
U, T R L A B D, i BOFF R T8,
GFDI(Grain filling duration mutantl)3E R 55| /K FE
K GV ER B, SEATIML, gfdl
FEAG R [PIRFRLE B B PR, MR, FET
IR, AR D, R&SET R 1%
F K 9 14 1 ¥% 12 85 1 MATE(Multidrug and toxic
compound extrusion)5 ¥# #% iz &5 1 OsSUT2 #
OsSWEET4 HAE, Jr SR &Y EEF 5 s
GFDI1 81t OsSWEET4 3Rk RigER I, FIH
OsSUT2 HFTFFRI RN, =F hERE R, 2t
SOMAKFRLEE SR o FFRL/NFIRERLEL 0L, 64k, Li
ZE000, 10UFE ofg] Z il ZE b AG I OsAGPL2.
OsBEI. OsBEIIb. OsSSI. OsSSlla. OsSSIlla  #l
OsGBSSI M & LR b OsSUTs A1 OsSWEETS
S IE R AR, oM ZERRLE R &,
SERRI gfdl P ITER & ER A, MAEARL
HER o RIRAK, HUER & O O EE R AR ZE 3y
FURERIE, WAERFRC R RIE, Ui GEDI
BRI BE R AR SR, PR T FFRLTE B & B
FEE I
Wi¥: e B A A K g 5 F) mRNA 45 &5 & A
OsRRM(RNA recognition motif)X} - £ iz H [ Hk
A ETER, @id RNAL JTER OsRRM A )
ik, ROFEERERNEREED 2. BRFAE
Al RVA HEEHSZENRS AR T EEZE
5, ULHH OsRRM FERTE/KFE I ThRE AT BETU AR
] B A [R5 3 R A M 02 1031, T osrrm SEAR T2
Bk JFPAEREIR . Fh A8/, EUBE U R AN S B E
W B KB IE 2B, 3251 OsRRM
DAL 3ok 18] 42 - 3 A 4 T 2 T 7K R R i 11021,



VER AR Z R — M, MR E A SN A RED)
I, fRATIER & GE B RERIE R AT
WIEAER, BB Fy e s,
BWmAKR &, A, I REWEE N
(Brassinosteroid, BR) & &K D11(Dwarf11)f1 BR
&5 AF OsBZRI(Brassinazole-resistantl), — J71f
WINfEZ AR RN, R R A
[, DI % OsBZRI it RiEANEHE K & FFRLE R R
S, DT B84 A L P 004, OsBZR1 W] B AR i3E
CSA(Carbon starved anther)ZRiA DLHE 55 b 73 e AR5
FHRFERIZRIA, PR IE-FERE 5+ 143 FLl04105); Bl
L BR-CSA FBE N, 5 3ER A R 26 3 K]
FIZRIEAAFRL RN, SEBUKREIE . Kt BR 25
FABREERI N E R & e — 5, BR A LA
(1) T A B AR P AR 7K R 72 B 0 i J0 A 1 425 T 245 11
HEH .
23  HigHmAamEXEEEFKESERF
BI{EFR IR

BRI FLO FER R /K REAT RN RIS i
FEAEEREEN. BT LRERM FLO6/Y
Ab, BEFLRIA FLO2 R S5FFR LR FNGER i 5T 5%
ZREY], flo2 AR FEGER A R I R I Rk B
i FPRIAR/NFIGER LR TR FLO2 BRI Rk
DUASE KL AR RI06L, flo4 5785 3 SORF R GE Hp 25 2 Al
BRI & I W B, TR E I R RO,
FLO7 4t N %y & A ¥ 2 B Dh e R FN & E
ARG flo7 TERN) G RESR 2R B B f%
K, KiE@D 13%, HEEH S8 N, B
WK S E N8, AL, FLO RIS HARK T 5
1, 3R S E B i R R R B

PEIEAR T Sz J A S5 Sk KX OsAGPL3.
GBSSI. OsSSlla. SBEI. ISA2 ¥ OsBEIIb € ¥y
A R TR A BRI A, 3k i s e KR
234755, MADS-box % 55 1 42 J2& [RI Z M) 7K A =
EAEERW . ST, OsMADSI @it i
R RLGE Ry A g B AR I 1 U 4RO RL
Jii ; OsMADS1 5 NF-YC1 #H & 1 i #%
OsMADSSS [F3R1K, i 7RLEE I 5 mpf 1231090
HAET, BT OsMADSI v CAZEAN=AE F o
TR RIA, SRIEDE A 210, KA A% KR
FFRL R s i 5T S A FH R, TR — Dt Fe
BE. OsMADS6 #:K1i1% OsAGPSI. OsAGPL2 Fl
OsAGPL3 % AGPase ZFERFRIE, HRAE SN
RERCER G, Tk RALEE RO, OsMADS29 i@
T A BEAARZH 2 i 4 BAE A 6 K FEFR TR B S

1 E K FE R4 (Chin J Rice Sci) 55 40 555 1 ] 2026 4E 1 A)

YEF, SEmFh7REFL SR 0 BA, RIS B2 IR
AR HEIR TR 2 TN TR S 12D,

NAC #3550 FOm AT KRG = A W% 3K
Ri, CDAEKFE 11 55 ER%TEH ONACO2S,
ONACI27. ONACI128 F1 ONACI29 3% 4 ) NAC %K
R, ChIP-seq 43 HT3% BAfE K FEAF KL B H
ONAC127 FI ONACI129 I ) #EIE R Ay b i I8
B A OsMST6(Monosaccharide transporter 6)+
PEEZ R AN OsSWEET4. 58 & 2KE A3 H
OsCML31(Calmodulin-like31)F1 AP2/ERF N/& K
OsEATB(Ethylene-response AP2/ERF factor)!''3l, fif
& ONACI27 I ONACI29 R:H, KILELHET
B . MERERBE AR T, RE ONACI27
ONACI129 KHEH¥Z 5FRRILIER AR, (HiE
o5 R RS 5 R AMAFE 18 J N U N
R KRR E I L e by RAREOIB), OsNF-YBI 1E
IKFEMEFLHIR E R R R RIS, 5 OsbZIP76.
OsERF115 F1 OsNF-YC11 &8 5% R+ A 3k 1m i
BRREER . MR E RUER & PR,
NF-Y #3%[HF KK LEC1 (Leafy cotyledon 1)
[FYE LR OsNF-YBY 22 555K £ A 3 (R Rk
VE R WKL B &S K, OsNF-YB9 5 SPK(Suc
synthase protein kinase)¥: [ HAF, A KR
FESDA, Rk NF-YCI2 RN, REEFEREE, T
Ky FER [ BN S e Ky ORI i 5 BT A 28 ) 22 e I
F04, Ak, HAro % e BOE I E A FE R
AR AT 5B 2), ABXS B A4 0 1
YE ML BRI 74T 0 2 /b, i3t — 2B 35 4 B R 3
R, B GdRR B S TR A B TR R T
140 % B ) 90 4 TR 7 BT R K R 7 i R 5 [
MR PR R B R,

3 KRR R STk P IR R A A A
fi

P E 7E /K FE D e 22 DR ZH AF o A3k 7S 1 E L
R, Wk TR EE N RAHKRER, 5140
ZAEFRATH . EEMRIEF/QTL MEf N
IKFB AL BT F R, 24 CoE A i KR
& QTL A 2060 4>, @JiiAHX QTL A 589 4
(http://archive.gramene.org). L. % % B K8 77 & &
m R DIEE R R A2, T A B EAE S R A
M EEIERI (R 1), SR iR 3L R 7E & R s i o Rk
)N B TE AR >, 3 B R A] e & R A R A7 A
CEMMEEER, BEAFEREAR LT 5T A
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Fig. 2. Network of reported regulatory factors of starch and grain yield in rice

LRI BRI RN, HA M B fE—H £
RUHERL, 5 i) 7 o T Vi 2 R A R T8 R 0 )
[F] 4% R A

W-PER R R EKFBLR G R ZMIRZ L,
B AR 4 VIR - PR ) A TR A I O D R 1 R K A
FEEL RSB ORE . HEE KRR R AE
— R 230 B [F) R R R 3 DR D 001381, g 1)
e HAA W AE 8 M8 1 B 5] 18 428 77 5 5 o R 5 -
JE I S DAY L AT SR WE K — B 1(Glucan water-
dikinasel, GWDD}:H . fEM T KB HiEMEIEH &

S FF 9 35 ) 2 il 7K e TR R e 28 g (Ois A la AT'T ) )
5 LNUEI/FLOI12(Improving  nitrogen  use
efficiencyl/floury edosperm12)F¥ il 7K FE AR 250K 4
BN R 5B AN B 3K LVPA4(Large vascular
bundle phloem area4) 31411,

GWDI AMYZ 5K EEa B P A e by
HOEAE N E R e I e P B R PN B
R T RBEAER . GWDI i 3FRIE AR TR E Al
FRRFE RN 10% A4, RKIEIERLBE T R,
T &5 S 28 L B R R 50 R0 g RORE 250 AN A4 H
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Table 1. Major cloned genes related to yield and quality in rice

PEIR B G =) BE R BB 2% 30k
Trait Gene Encoded protein/Enzyme Gene effect Reference
H A4 Effective panicle number GS5 22 F IR K IE A $ARL B AR 5 [115,116]
HTHS RIS 4 5 8 A B SR [117]
qHdl Squamosa J& Z T IE A Ak [118]
LAX2-4 %EH B RNk [119]
OsDCL3b Dicer i} IE A Ak [120]
ki % Spikelets per panicle GNPI GA20 AfLiE NRGEREEY R [121]
OsKRN2 WD40 & 4 SRR R [122]
An-1 bHLH % [ IE AR [123]
COGI 3 NF OsMADS17 IE A RRHORRL [124]
NOGI JRIEAHEG A K EEE IR R A [125]
LFI 3% [HF HD-ZIP 11 IR [126]
T-RiE 1000-grain weight GS3 Gy W3 AR E iy RS A [127]
GSNI RV Tl T il B R YRR £ [128]
TGW2 4 AR F OsCNR1 BRI E ey TR 1 A [129]
DGI BV IEEA IE AR S [130]
GLW7 3K T OsSPLI3 IE R K AR [131]
GADI R4y UWME Sk Bk Rk [132]
GWs MRRGSEA IE VAR B AR B [133]
GLW10 TSR N RS 5 IE AR AR [134]
VEN A K Starch biosynthesis Chalks WO T HE R Bl T [135]
Wx VERR URL A BT EREER [76]
WCRI F-box & H i ECR s [136]
SSIITh VERD RIURL A B 5 ssllla Yy DUIE TR [137]
OsLESV e G EH IEVRAZ A BE R [36]

CRISPR/Cas9 2 F 4t R x/KFE GWDI 2 F 1)
BT Osl2 FATIEME, fEM AR R Rl AL
B I R PR, SEBL T P E AE R
FRE U R R SR GWDI FERIE T TT, 7F
AR KRG B AL TS 5N BN M ANTE2E, Har A
AR TEPLRE I % B IRAH DR R, 3
— AT DhRe o A R B o R R E G T
B, FEAE R 5% P8 DR R 4 1 A A0 421, 7E K
Hh, eI R R AR U R G B R 7 R 4 R IR
(10 R0 % M Sk T RS MR P AN TS 2 . KRR R A
F % (nitrogen use efficiency, NUE) ¥ & & 7t & &
YIRS PN i K N e A SE L B
2, BWEFHMEMSR R, REETHREARN
Az 5 S, XK RE
HRKRE, BARIIERMEEL. Pk 2S5
TR VR e RS R e, 5B AER
(LNUEI 3£ R) M, %008 A & R % 2 5
(OsAlaAT) Inuel FEZZRM LNUEI-RNAI fEPE
(1] NUE FIZURICRR IS B B IR, BEEm &=
B, SRR AR, R0, 1430,

VLB LNUEI 2RI P 8 1E 35 KRS NUE, 31 5200
PR, AT, LNUEIL S KRG 7= & A i
R A R EEE . FEMHE. W 2R
FghRErpRIL  LVPA4UOE R KRG AE K B s
By VT IA) S A o B4 AN 4 R HE A A AT R R
ma, R R R B R A EHA P RILRR
Hs 3 MMETHRZTIRAR 55 KRR YE
BRI R ARY K ANEEC A PR B
OIS, R TR IR R 6 A 7 ) B HE I A7
T2 B R S5 A M B K A B Y I B I B T
bi, AFEARIE AR, YR LVP44 KA
PR WL E RN R Y REEER,
K R A B 3 1 TFD 280

BEAk, HPYL 3R R 6% (e b J5 s Fl 2 25 1) B[R]
MK, —HTHi%%RF 5 Rubisco /NI HE g5 5 A
RbcS2+ RbcS3 F1 RbcS4 SHJFMI I K HA% 454
WS, Rubisco SR SIEMEEE LIF, H&R
mAKRE AR MEYE; BT, ZENS
FFRL K/ LR CCPI(Corncysteineproteasel) .
TER R A OCIE R FLO2 B Ress S, ElHEES:,
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NTIE =Y S =Pl SNIE Sk 7L SN 5§ NN Tas
B LR AT BT A2 T KRN R
AT KRR V- O [R] A AL, R SR it 17—
Fol i VA 7K B 55 TR i o T 0T SR

4 B

IKFE R = A R N B R B E R . 12
ARk, B AN B2 % E KRS B A R 1K)
QTLs/Z:RIEEE AN, RIS $E A% ek & o
KIEH N B 2 AL M 4%, EHlERAE
WRANZRE S AR, LR AT 3 AR w s —
R B i ST R/QTLs AL flvi g, X~
5 SR R R AR e R Rl o B A ]
PR S8 AN 10 A DL SCHR IR o Y- 2 - AL 3 % B A 7 T
B AR, HRTER A R AR EHE B S AR S
MIn SRR, RN FENT BEACU [ % 12 a8t 4% 425 0
HH T & AR TS 5 Eh. 78
VEM G RS AW T T, VER AR A O B SR A
CAiE M, X SCHE/EAT M ThRer ¥ BA A
e B e, HEAERVLSE I Eb,
WA Ja IR ANIIE 5T AH ABAMG7E S Ky A Rt 72 A 1
BAER . deAh, BT ER A e 2 M RAE
25 SR, A Hp R AT ] — AN 22 (R #0 v] e xd oAt
AR ST FR bR AR R, DR LR AR K R T X
R, 7R3 B — B IR ) (R B AT RE P AR 1 B
20, BEERA 5 B REK M & S8 o R A 42
[a] o
TENERIFIZIARE b, 2P R s ia 2R
Fik, Hirizs A m AN S HIReA S A8,
CRIE FRITER & B SRR FE N, B E R RN
E, (EHIIREAER TR P, W PK K%k
Z U 2RI RIE DR A Rridt— Pk, DA
X = S SER R e, T T K FE T B
OsMADSI 7E/KfEK B REZFDIRE, HHESTHL
AR TEA T, Rl ERPRE RO T KFERE
12 SWEET EFZGEAE 21 MNEFEIEREDE, HEHRTH
Wt T OsSWEET2a. OsSWEET2b. OsSWEET3a.
OsSWEET4. OsSWEET5. OsSWEETII .
OsSWEETI1b. OsSWEETI2., OsSWEETI3 .
OsSWEETI14 F1 OsSWEET15 %5 10 MR A%
ohee, HAth 11 MNEEFEHMAEE. R
FEAR U 2 e 12 18 A% 1R 12 08 B A B T U Ry A A 9%
PR PSS e, Bk MoK FEFp R 3 IR
) 2 o g Fob BT YR P Y2 7 B S R 5 P ) O

11

PR R R, Rk R R REE S .
JR S AR VLR B . F R ROR N S SR AR,
N}

BOKFE 'S ER SRS RS, MG
fFT WY3 F G2 S L R B i I 2 B AR K
ANFIP= &, XA S R RSN, SREKE
FARNZE & S B A GO &R, R 22 38 (R & K
T w7 AV R P 5] 7 b 1) B B A R ggl3 A%
A7 35 R TE AN B2 MR PR o o A TR B R K AR e P2
BETE, 1M OsMADS7 FUlis BRIk & &, A
UG, JEFE S BRI A R
HEAT B — MR ) 2 R B R KRS T B MR &%
M

RN FE 77 B 5 3 By o Jo A D PR AR T B
FAYFAEA . S H DRI R R TSR,
Ay 2 A THT 1) 7K RS B A A - U 4 X 485 2 i v 7
55 b B DL AR ok . BhAt, FEN R ARE
KK i B TR B R . A S b 5 B U ) ) o
HAT RPN S SREEMBAKE. 55K
SERRE KT, AT R e R A R 5% Y- i A
SR PR 38 A R 5 B T K i B 4E RS 4 R 1 O T
WAL S, P2 R R, i R 2 R
BEARBAT A A0HE, B B S SRR ) SR
PR, YUK FEA T BIECm e AR AR
JRAR TP B B, R R B SR AR E E
Tl A EIER L.
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