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Molecular Regulation on the Development of Reproductive Branches

and Kernel Number in Maize Inflorescences
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Abstract: The differentiation and development of inflorescences and florets are the basis for the number and fertility of florets in
maize (Zea mays L.), ultimately resulting in a formation of grain yield. Therefore, this research field is of significant interest and
fruitful achievements have been made. In the past few years, the latest progresses in the field of genetic modulation and regulatory
mechanism on inflorescence branching and kernel number have been reported. In this paper, we briefly summarize our understanding
of the genes and their acting pathways in the development of inflorescence branches, spikelets and florets. This review focuses on the
inflorescence-specific transcription factors, non-coding sequences and their regulators, enzymes involved in the reactive oxygen
species (ROS) scavenging and carbohydrate metabolism, key factors in ethylene biosynthesis and signal pathway, and major players in
membrane system and signal transduction. We aim to provide an insights in understanding of the crucial genetic factors and pathways
controlling inflorescence development, which has implications for future research on the genetic regulatory network of inflorescences
and florets, as well as on the high-yield breeding in maize.
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KAK, ALK, RErER NI R AEHZ (IM, inflorescence meristem). T K B NS K & KITEF -
B H = 25T 20 A 2 SV R Ak T P AR IO HETE F - (male inflorescence meristem, or tassel).  FH IR AR A4S T s
A2 (AM, axillary meristem) 3 F1 540 7= A2 BESE T (female inflorescence meristem, or ear). WEFE
FF oy L 45 J5 4 T /AN B RO oy A 4 41 (SPM, spikelet pair meristem) . /NEESRAEZH 4 (SM, spikelet
meristem). /NMEsT A ZL (FM, floral meristem) K173k, JER EALTE (UF: upper floret) #17~A74E (LF: lower
floret), Ffif5 PRI, EAIAERM G K B IERFFRL; LT I ALt RE S EAE P AR AL, RO IR 70 A=
Y LFEH TP A 40 K 7 A 4143 (BM, branch meristem), 54N/ 20 A2 4 4R W] 48 3 /N x4 AR 4H 2R
INFRAY LR NES A, EAIAEAN AL RO HERE , MR /N L B BT AE R R LAY T I Ok B .
BT L, FOKMEFE P I 0 (AR B B JOETE 7 ER/NER, T/ NER AR R & e /NER) & PRI
BT, B, TEF RN 040 5 K B S FERLEOY BOR AEP BE il TAEAE P 1R 2040 5 K B ) 2 A
SRR NEERVNEE A R . TR S K E R AN HEREAERE R R, & B L
PR S, 1D HERR S BNV S, A B T E TR RE R LS MERE AR RLR &, HET 4 & KR KL
FrE . BT S KEN KR & E M, KIHLSK, TORERT Ak & st 7452 8
FRMIE . TR, X — RSB R L, V2D Re L R A H T 2 5 I R IR AR A 4k
ASORg I FRALT 73 B FIRRRL AR & B PR A2 F- WL AR DG Aok e AT T LR (B D).
1 HREFEEER

RN TR AR AVER R 5 Tl 5 Bk P olas &, RIS NIEER N SR8 . KT
DRL1 (DROOPING LEAF1) Fil DRL2 /&lF57F CRABS CLAW [ [FIVEHEE P, 4ifil YABBY #5575 ik ik
Ho drll SBARMEBIRE, ORAME HIGEEHER G, MG BN/ NERTEZ); drl2 RAZARIE 5 dril
(MR, I HAME /P DRLL 5 MADS-box 5% 55 F T 4w i 3L ] ZAGL (ZEA AGAMOUSY) T A #E,
LB, R TR R METPRERIEE, JE, Du AR fasl BAIERARIET FhhEk, MEMETE R
WL, X—FRZHT B 160 Kb ZERX ] Py ZnMADS8 Fl DRL2 ¥ T8 in S 80~ £ ¥ B sh 1,
18 ZMMADS8 A1 DRL2 7576 43 2E 44U 3 57 i i sl

GRF (GROWTH REGULATION FACTOR) & — 282 545 25 & 8 FIRE YR 7 i s K1, BeIE M) i+ 4i
M 3G5E . GRF 5 GIF (GRF-interacting factor) #HHAFH X ke w2 AWATHThaE. W ITH, GIF1
5 GRF3. GRF5 HIT/EMI®, gifl eAB kIt 2878, i i b it %ik GIFL ATt SR 3540
wang, ARl FOK GIF A 3 AR, GIFL. GIF2 il GIF3. K IhABHh e AR gifl 2844
AEHBRARIE R IGTE . MR K IR M . MERERIEERR 2 20k RSO ARG s FEREAE P, GIFL
5%ZA GRF M EAEM, JHH GIF1 7] 5H#IEFR UB3 (UNBRANCHED3) JEah T4 &, i RA2
(RAMOSA?2). TE1 (TERMINAL EAR1). VT2 (VANISHING TASSEL2). TSH4 (TASSELSHEATH4). ZFL1/2 (ZEA
FLORICAULA/LEAFY1) 5 1¥ ¢ & 45 i i M o< 3 R 1 34 P, #EMEfE 7 F, GIFL 5 REL2 (RAMOSAL
ENHANCER LOCUS2) H.AE, Jffiifi#% CLV-WUS i&1% . RAMOSA &2 A & BR (Brassinosteroid) #HICi4%,
TEE#EE JA (Jasmonate) AHGE AR,

KRN2 (KERNEL ROW NUMBER2) & WDA40 3% [K1 F R EE ], WD40 4 THIE&H 6-16 #5 UL



Trp-Asp (WD) {57 51K . krn2 S8 IRAE P 73 A2 L ZUAR K, AT 308 0 s KRN2 757K R 5L [R] 95 5 ] OsKRN2
[ FREARAR oskrn2 ke BEEC S R HIOY 22 - KRN2 78 TR AR RBYIAAN 25 R A1 52 316 4%, % KRN2 F1 OsKRN2
FH) 35 R 23 BEE T4 TH 100% T KAT R~ B A 8% K REFF R M, X — B Fe 48R 1 5 KA KRG r 42 ) 5 B AR )
SRBEEL IR (¥ [ A PR, X — WU A O B A 250 R A SR E (K DS B B i BB 48 5
2 JERILFSIESMIAIRIER

JEgiS RNA R KRR N AE Y K § S ELE M iR B EAE . ERmiLFa iR & 1. UTR
(untranslated region) [X . JZCiA$ECF. GettFi3A48 £ (chromatin loop anchor). 3E4mT5 RNA JE[K DL K& — 8
FRET . (R KTWRENA A, JEGLFE1 53 R RIA DL R h e 2RI oM, Tk JEgi 7 51 th 2
SiRZEIE Ry bR B - UB2 (UNBRANCHED?2) A1 UB3 4 SPL (SQUAMOSA promoter binding protein-like) #%
SETHIEHEN; ub2;ub3 WARAS R RIUAMERR 1L, 724 5 2 (AT SR B D A R0 A . KRN 23
ITHINERL QTL, A7 UB3 I 60 Kb IR HIAIX, #5457 H 1.2 Kb #8FHH A\ff) KRN4 S5 ZK &,
UB3 RiA BT, IMIK, BATHOIN LY, KRNS BRI IFROL G IORES, X UBS JH )T B 5 e ) 1 5
Wk KRN4 ATHE5E 0L UB2 AL Ik S AR IE45 & T UB3 Ja 3T IX 38, #Emiif™y UB3 1KIA: KRN4
731178 S A 3 ub2 A1 ub3 JEAS PR AR AU, I KRN Jiie et i T RE RS 0 1A 7% UB3 33k
K, BETREMTE o R HA K E

CG1 (CORNGRASSL) #&—/> miR156 #&[A, CG1 feli[a] SPL FKki% S K+ 4wt K] TGAL (TEOSINTE
GLUME ARCHITECTUREL) M6 AM, cgl SRABIRRIUNELNMERAR S H MR, DBEELH, I
H/NEHESIAFUN Y, SPL 5 3% B 7 5 5 B TSHAL UB2 il UB3 #5B. % miR156 [{IHIf7 . tshd FA5 (A
FEAY R IR/D, BATEOR > HFFRHESIZEL, HET miR156 vl GE(E T TSH4. UB2 Al UB3, @it EA1/H)
FIEFEEMT IM 35
3 REFME5ERBIEER
3.1 ROS

T 140 i P EALIE JEP 7 32 15 1 4 (ROS, reactive oxygen species) 15, LIS JFRIR A B B AZ B 52 i
WY THRr Y. ROS AEBANE T (07) « MHEMEA (H0) MIRIEE d%EE (*OH). O, /H,0,F
R 2R EHLUME . WEETTH, O, 76 SAM O X IR B, Bl WUS (WUSCHEL) 3RiA LAZERE
SAM [HIfiZ; H0, TEAMEF &, 12, BEEHE A (GRX, glutaredoxins) A il i & A0 J5 A4 Bk H
kAR E A S ST KB, KR H MILL (MICROSPORELESS1) #4ifih CC KM )4 S8 &
1, HSA 0k mill §mifE2s % B9, Bk th 43 404 5 (1 MSCAL (MALE STERILE CONVERTED ANTHER1) %
HFJEFEE R ZMGRX2. ZMGRX5 fA7ER I THAETUA, mscal;zmgrx2;zmgrx5 AR RAE AL P 43 A2 4L 235 14
BEAR , NN B R B 2 B SRR BUE 3 R, X 3 S GRX R A RE IR IE T R B K K T FEA4,
1M FEA4 AJ5@ i 454 K&K Wi S F T (ARF, AUXIN RESPONSE FACTOR)Z: 54 K &5 5ik4%, dhim i i
TE SPM IIFE R 4k, MSCAL AT LUME N Lt vk B IR I FEAS, AR LA 10 ik, oo dten
I BRARRPERIRES, B GRX &R X FEA4 BT B T FEAS AR JFUIRZS I FEA4 1)



BodiEtE, RYI MSCAL, ZmGRX2 A1 ZmGRXS5 1oy (A ALIE IR A5 K 7, I8 1% FEA4 A ES
5 ROS 5546 %, WPMEHILT 5 EHLAMEE .
32 GEME

W AT 40 BE B AN B R kA, ORI A KR B EEE S0 1. YRR -6-BE R (TGP,
trehalose-6-phosphate) & 50 & & 23 IEAR5C, WARIERK T I0ie =7, H4h, TeP HAa RS &I
TIREPO, KRG, AR TP BLRMIMEA P RIA SN T OsNAC23 FUmil Mot &l . TRIR A1 5518 |
MR FEERERE, MK &R, s E-6-BE MR BEIRNG (TPP, trehalose-6-phosphate
phosphatase) A& ALHFHERE(RI, 76 F Kb IR FIE K EG OsTPPL Al 42T K 9-49% (1 = &%,

FEL K, 2] RAMOSA 2128451k ral. ra2 fl ra3 7EMELEF FIHELE FE A #1240 ki i 4E
Fee B, RA3 4t TPP 2R [, W RS EL BB I M X5 S 2 5187 L B, GT1 (GRASSY TILLER1)

#& HD-ZIP | K86 5% K 1. GT1 Eik/K 3 TB1 (TEOSINTE BRANCHEDL)/ IE A 15, SmitErk s BEEEIR!
RRBIS|ARo. ra3 FAMKI >0 IR, T gtl;ra3 IS ABR R0 Jz 58 AW, WL HEAE A 20 i A
ra3 J/RIRIRIRBISI AR, KW GT1 5 RA3 istfL BAEILEATT AM 242 412U s P ARHELE 0 B2 1400

i, YT ERE R RAMOSA 122 5 RK S, k1 TB1 M GT1 Hififz.
33 FERMER

SR ZRRIE . CIERRIEIA . C4 MSRRACUEAR I h Y, FE vk, & BREEEER
TREZEE NADH, 177 ROS [f7= A4 Fis kR, %K EAD1 (EAR APICAL DEGENERATIONL) 4 fd 48 i (¥13F
BRRIEZ R (ALMT, aluminum activated malate transporter) &5, % A €0 T4l Fifii. EADL 78 £ K4
MR- R AL PR Rk, BRASMIPERIRETENE; eadl DhRgHkiaRAAYFETmIB I, FEKARK
AT o S SRR 2h B R PR, FEARER T TN 78S AR BR 5 AT A SR A A () MERR R R [ B AR YR Ay (Rl B2, i
Fik EADL Retg A AR 58, i3 MR L RS @ EADL N SRIIREE HAUEH, S 5B EX
MR R Bk fE. KAET, EADL HEVERE N OSALMT7/ PAAB1-1, H:ZEAR{K paabl-1 165 K & Jo W1 TH
ANESEARE, %R B D REAE TR MUK G TR RS 0, HLE R R B B R 7 0 EE AR
4 EIEFESSHIEITER
41 W%

LJf (ethylene) s&—Fhfb ol dEH MR SUAEER, S 5M PR, e, HaEd. Rl
T AR W i v 2 3 5 FE B9, ACO (1-aminocyclopropanecarboxylic acid oxidase) 25 2.4 55—
BV T, S AR £ R S RT3 T R AR R T RO B, 206 5 TR R
RERNMEB A X, Ning 0% B —AS 5K NMESH DU B ARSI SR MR 5 gELT. gELT
fiE ik K ZmACO2 4ilih 2 5 2.0 4 i) ACO . ZMmACO2 7E SPM [ X3, SM IR X 35 FM F1 i
FERSy RIE . iR ZmACO2 MR RERAEK A K, TR 2, MEEE; Mx, MHRTEHEM
F5H, SRERA[AMPHERKEE ., TR, FEEK, KW ZmACO2 2 —Muifis FoKFEK. 17k
HOFARE D) Re LR T ZmACO2 A | H SR8 S AT B () J5 319 8 1) 56 67 5k (R S50 e 2 v 2% S oL



o IXUGZEILR, T LB IR AT I A B UG SR SRR P ANMER E BT O R KK
Rt o
42 HK=F

A KRG 5 N ORI G BB A IE R R & gt . R R BINEEE (YUC, YUCCA)
MEFREEE (TAA) 2 ORRKBEGRGESE D EEKNE. SV TIESE, K+ SPIL (SPARSE
INFLORESCENCEL) ##f% YUC, VT2 %ifih TAA, 3X 94> K] o (R A A — > SRAZ 3 7™ B 5 i AR K 3 A 5 1
FFEACF R AMERUNER B 280 SBA0H], MR E 45 sz 2R,

AUX/LAX H1 PIN 735l 9 E KK m AN 8k, Z2 54 KRR HE. REKR AR
ZMAUX1 RAG f5 MERE TR A, HEREA R R/ NTE % B 81, BIF2 (BARREN INFLORESCENCE?) #i#fY Ser/Thr
EAWE, SETREITEKZIEMERE PID (PINOID) [FIVE, bif2 SRASAR I MRS, MERRS
UL TR PID BERERR (L APIND R APIND (30 40 2 fr sk A4 K £ 1ok, ok BIF2 B¢
WERRAL ZmPIN1a 520 ZmPINLa )& A I AE AR R K B, FF H ZmPIN1a g5 bHLH %% X+ BAL
(BARREN STALK1) HAEPFY, BAL 55 BA2 #ifE O3 E ML T4 . bal 5 ba2 FAIEAL, MEREBRK,
HERESY HA/INE ST F /b, H bal 78 ba2 9828 thip L HH AU A0S, W] BAL I BA2 JE Rl AM K &P,

EREEAM T 52 AE S5 EASE. TIRUAFB (TRANSPORT INHIBITOR RESISTANT1/ AUXIN
SIGNALING F-BOX) #& SCF (SKP/CULLIN1/F-Box) E3 iz &R AW Ht. KRS TIRUAFB
gh4y, (it TIRUAFB 5 AUX/IAA HAEFHZ 16 AUXNAA. 32 ZAIEMI AUX/IAA B G BB, 35 E
K Zemi S ZmARF %3482, BIFL (BARREN INFLORESCENCEL) F1 BIF4 4G AUX/IAA & FIE T
SR A KRS S L. bifl M bifd MRS S B IMEIL B IR R, 3F ARSI 44l
SURIEA I A K B AE SN LR BAL M1 BA2 A& TP, B2, AKRZAEWAR. HiERESREN
AR I A b AR R B R E -,

43 HftEE

A 5 RIS IS 5B T RES 5 T TR R B 4% . Qin S8R SCIE R %2 B T 5 &
KRS BB e 1A QPP™, QP™™ J& T S8 2511 F-box B FIKE, 5/KAEH % LP (LARGER PANICLE)
= P R, QPPN W il SCF A &k MAmAB 4N 4% (CK, cytokinin) AL/ 2 B OsCKX
A4 R IR R RS R 5. SNRKL #1 SNRK2 557 (ABA, abscisic acid) {2 54240,
QP*™ 5 SnRK1 & HAHEAE, RNt SNRK2 [T QPP MR ikMivk T, Uil ABA (5 5 R HES
57 KRR B R
5 BERGS5ESERS

AR G LSRR . 2R LA ISR s R BRI S A I R ST R 4H R . KNRG
(KERNEL NUMBER PER ROW6) s&— N5l FOKMERR/NERL H - FER AT RIEOGF R £k~ &R QTL, H
ThRE 3 R g 1 22 B R 1 75 R AR 1 B KNR6, KNR6 5 Arf-GTPase #iG & 1 (AGAP) H{E It
AGAP'™, agap HBRFALIAEFRIRAR BN . ABREI. W BI/RIELE (Golgi) 45HA5tH. M
VA ZE L R4 2 B . SRS IF o, AGAP 53 5] VAN3 (VASCULAR NETWORK DEFECTIVE3) %5



KRG SRR RER S s, DR RK van3 RABKH 48 KRGk 4 FKALP. Kiash
OSAGAP 54 K&K BRI IMA 5=, HBFRIE OsAGAP MHIKFEWIERAER KL B, AGAP TR
55 Arf1 (Adenosine diphosphate ribosylation factorl) HAETE KNR6-AGAP-Arfl & &4iE i iz gt i
PAE R R B R KR TR,

8 I o 2 PP £ B 2 B o0, B B B ) S2 AR RS S 5T, e e LA S S . BEIREEIVLEE (PI,
phosphatidy! inositol) &8 AR H i R8N 2L A FiEse T — MIURESR S TE A &9 . B AR BRI (1)L
FEIA b BR IR 7 rT AR B ER AL, TR R HEIEVLEE BEER (PIP, phosphatidyl inositol phosphate). i Ak i/ LS filf i
EESPN PIB)P. PI4)P. PI(S)P. PI(3,4)P,. PI(35)P;, « PI(4,5)P, Fil PI(3,45)P; 45 7 Fibaiy®, 4T
# QTL gKRNSb i i 3 K 9 15 J& T A% R W VD B /4% 1R 4 VI i /85 R B (EEP, exonuclease endonuclease
phosphatase) S 1 BE VL BERR 5-B5IREG (SPtase), 25 BEIRNIEEACI %1% . P (4,5) P2 #1 PI (3,4,5) P3
A& KRNSD 57 ™. 77 ef, SPtase 819 CVP2 K [FIVEEE I CLVL AT MR M R4, sk
fRRE EFG) P1(4,5) Py, 1 CVP2 MITEIL/KAR P1 (3,4,5) P, TATTI 3 ABA HUBIUBE A A 4E 8 AR
#E307, KRNSb fELHRRMIAEE 2155, krnSb SRS B T 48 M ZE K B S, B2 SPM KB 74
KRNSb 376 FF & B V% 7T B 5 P9 A I FTLIE 1) 5 P B R A4 85 A 4 TR ke s U AR 5,

6 TIR1/AFB Auxin

ﬂ
o

N G

.

membrane

RA2

trehalose

genetic interaction

EBN | ear branch number

TBN | tassel branch number
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777 crosstalk  (B) phosphorylation m o _b

genetic interaction: I#AZH.{E; ear branch number: MERE/F7 %0 tassel branch number: HERESF: % promotion: {i£#; inhibition: #0;
cross-talk: 22 HAE]; phosphorylation: Rk
B 1 EREFSEFERE AL B EE TS

Fig.1 Regulatory network of inflorescence branch and kernel number development genes



6 RE

e SR R R E G B 7 410 53 0l 2 5 46 43 BB BUR B 1K 4 142 o dlid A D A 4 A, ik PR30 iz i

BV E R R 2 TR R R €0 )5 X 35, (OCR, open chromation region) 2 54548 /5 43 ki B 11 % &5 1),

[RIR, 5 DR 7 A e A e A 2 18] (376 ELAE BEAS AR A6 5 0 B R 4 R & 0Y. B, KAEIESRAD RNA
(IncRNA, long non-coding RNA) AT i ff szt % I Tz B R T84 BB RAR IR g, 34T
AL = A R 58 2 5 107 2 BOMBRRLEOR B WAE AR X, BRI ARG h X B A 8 1
BUEE L A RIS AL S IR A R B B Rl R & A

TR 2 1A LA AR 53R 2 A AR (cross-talk), JLRIEIETERF RN IR B . M
FAb R 22 BAR FH 0T o A RN UK 6 o« SR RERIUE K 3 A B E A IA SR, RIS ARSI
BR. CK Fl7# 2 (GA, gibberellins) 1928, ROS 5 Auxin 7] BEIR LA HAE BRI IE 40 R FRR 50 R
Ho 1F grx =FERRARMAY, Auxin HHIKER Z 7KL, GRX-FEA4 mfgiEd ROS 5 Auxin 22 HAEH A1
TP AR BRI & o« Bk, VTR SHE W, BERERMMZ R, BRI — T #
T 50 B AR EOR B BT I 25

P67 5 e RBP4 BN € ) A5 A0 S S A B DR B ), A8 7R T e 80R P K= 1 O
BN, SRS HESOR . K& 5165 70 BOMBER UK B ARG RAR R A R Z R 0438 5, i J8 3l 12w
RIS R HE R G A AR . Liu V%6 ZmCLE7 fl ZmFCP1 JH3h ¥ X%, FIF ATAC-seq il
MNase-seq S5 FEAT G4 0 5 8 XAk i) AT, 285G kA e i, TS 301 X 3mT R A AR s R4 0 i, B0t
SgRNA B[ o B ) 1 X4k,  $K43 ZmCLE7 1 ZmFCP1 (53R A8k, A %z it & .

RICAMER T RS T SERRE T LB RS 2 5167 0 b R EUR & @, X TRk
WEFALST % 2800 A LA SRS AR AN GE RS 73 T HLER B 77 1 o [ AR S N7 T 465 23 B RN RHORT 50 6 28 8] 9 % o
% (B D, BT RRATN FKRAET 7 B AR UL & A . B B4 Rl 7 B R F1 3D B2
FARMRIE, BATRE LN KT [ 76 7 /0 F A RERERUR & R E R R B ARG AR, 4 Ja &Il
I BB IR AL 73 BANRERLEUR & 1 2 X 25 S A0 1) %
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