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Abstract Formins, who play a crucial role in regulating the cytoskeleton, are involved in the dynamic regula-
tion of cell morphology. The research on the function and signal pathways of Formins are meaningful for explo-
ring eukaryotic cells” growth and morphological changes. But the Formin family of Zea mays which is one of the
most important crop plants, has not been characterized yet. Therefore, in this study, 22 Formin family mem-
bers in maize have been identified by homology analysis with Formins from the two model plants (rice and Ara-
bidopsis). The numbers of amino acids ranged from 300 to 1 699 aa, the molecular weight of the proteins
ranged from 36 376. 32 to 184 309. 82 kDa, and the isoelectric points ranged from 6. 88 to 9.76. Based on
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their domain composition, these maize Formins could be classified as 16 type I Formins and 6 type Il Formins.
The analyses of the subcellular localization and protein-protein interaction network showed that maize Formin
proteins were mainly located in the plasma membrane, and most of them interacted with profilin and ROP pro-
tein. Go function enrichment analysis of the network showed that Formin proteins were mainly involved in the
composition of the cytoskeleton and the process of actin-binding. The result of cis-acting element analysis
showed that maize Formin genes are regulated by hormones including auxin, gibberellin as well as environmen-
tal factor like light, circadian rhythm, temperature and so on. Intriguingly, they all had cis-regulatory ele-
ments related to anaerobic induction. The expression pattern analysis showed that maize Formin genes were
highly expressed in the root, implying that they might function in the roots development or activities. Collinear-
ity analysis showed that rice and maize shared high collinearity, suggesting that the similarity of genome evolu-

tion between the two species. In summary, the study sheds light on future research on maize Formin family and

provides a direction for further research on the function of Formin in corn.
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o Sl i 4 5 T L3N 2 1 22 i) {800 A i , e o i
WUEh & 3R E 2 SIS E F A% LU (Xu et al.,
2004; Otomo et al., 2005; Kovar, 2006; Courte-
manche, 2018) . W4~ IA Sk FH2 45 44 35 A1 000 o1 2
1 (profilin ) W] B8 L 4% 1 ¢ {8 ) °K 3 ( Funk et al.,
2019) , BEE A 02 R O 25 K 2 HE profilin B i
KA H H 224214 (Aydin et al., 2018), fEX
— AN FE, FHT 45 0 38 o 5 UL 8l & B A il 2
HIEEYI( profilin-actin ) R &Ykt iz Ka il
S R LU HE FH2 250 30 2R 5 UL 3l 26 1 24
(Chang et al., 1997 ; Pruyne et al., 2002) , BE&EY)Fh
L, U A5 A U S BOCH DI RETE AN [H]4)
T (B 22 5, BN, AW OF A A TE 3h W RN B
Y5 B ) FH3 (formin homology 3) . GBD ( GT-
Pase binding domain ) | DID ( diaphanous inhibitory do-
main) .DAD ( diaphanous auto-regulatory domain ) 5§ i,
T MG 25 44 38 ( Cvrckovd et al., 2004; Grunt et al.,
2008) . 552 AH R ) 2 A W R A B 25 R SR EE T
(transmembrane domain ) , PTEN ( phosphat ase tensin)
SEAIEE, D, A R AT T RE A 2L ]
REFNSNY) AW Z AP AR R 25 5 o H S HTRE ) I
A AMATAT R BE Y 23T HIL G 8 A B B 3 5 0 H
FHCHLEEIEA 77— R ZE (Grunt et al., 2008; Blan-
choin and Staiger, 2010; Van Gisbergen and Bezanilla,
2013) .,

AR AR S 97 KA /A7 WS¢ (Phy-
scomitrella patens ) SEAEYI PR E , B WA I TR A
21 AR IR IR LG (AFHI ~ AtFH21) ( Cvrckovd et
al., 2004 ) , /N7 Wi &EH A 9 A R &% K 5
(PpFHI ~PpFH21) ( Cvrckova et al., 2004; Vidali et
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al., 2009) . WF5EE & BNE AER Y AE KA B
b L ER S, AT DS A AR Y B IR R H L IREL
KEAFRM, PN, R AFHT #9520 HG B2
AN 354 AR EMIEZA (Rosero et al., 2013) , At-
FH2 W] it 53 1 AR e I 8] 3% 22 4b i) L Bh 2 220k
P15 4R L] A3z % ( Diao et al., 2018) ,AtFH3 5 Ai-
FH5 Z 508 R mlsh i B R G DL L sh i f 45
FIRIREE (Lan et al., 2018) ,AtFHI3 2 54+
K75 (Kolldrovd et al., 2021), TMTEKFEH Os-
FHI Z 5 EM AT U L PEA K (Huang et al.,
2013) ,0sFH15 8 H 522 fE A ARt 7 4n
LA B KSR 2 i K R AR K /NESE (Sun et al., 2017)
B TR R 1 BT 1 3 ALK B
EK (Zea mays) J&— F ALK T /N2 ( Triticum
aestivum ) FIKFE 1) LA RAEY), I+ H b T HIE M
S SRR AR R AR A IR
My JURE BB ] e i VR D Tl ™ o I RN
MRS R ER R Z — ME A K LT
VSN ISP SV i N U O IR S N d S P i Y
Y58 KA BT B WE S, AH OC AR I To R R I i Jeg

F1 EKRMEAZRERGER

1M, AR SO T A 0 58 2 1) 5 DR 2 £ 5L LA B S )
PP R AR WA B 2 B 7 3R B K H R Y
BB AT HERE , IR I BE I e FR A B E 2R AT 4y
A, USRS T oK B 5 AH S i AF 72 B4 5
Sl et 2%

1 &R
1.1 EXRBEBEARKBRENLEE

JRCER S Y S S T R A HLAT PR ST Y FH2
SERIE L, R T RS R AR T R AR
TR GL A 5 38 3 7K A DA B AU R T B R Y
IR T, Foxt I T K L R 4 03 7 31 ) 6 oK o
HEANRAERTS, KB 22 4~ T KR H KRR
GG SE FH2 S5 H I8 R Sr L7 45 2 %o ok
Fritt— 20 %58 IF X 1 (ZmFH ~ ZmFH22) 347 i
%o 22 D FRBER I T HATE 36. 38 ~184. 31 kDa,
RIEBR KR FE N 300 ~ 1 699 aa, BRI %5 L 5 N
6.88~9.76, %% ZmFHI8 #b, HiAA E K BHE S N
BPEER (R 1),

Table 1 The information of the Formin family members of Zea mays

5 FEH A Fx VRN AR BRI (aa) 43¥4t (kDa) R
Gene 1D Gene name Chromosome number Number of amino acid (aa) Molecular weigh(kDa) Isoelectric point
Zm00001d032545 ZmFHI 1. 230 120 439-230 130 739 856 91.29 9.15
Zm00001d006549 ZmFH?2 2. 210 779 601-210 785 969 922 99. 96 8.51
Zm00001d015326 ZmFH3 5: 84 614 161-84 619 449 1012 111.20 8.25
Zm00001d013926 ZmFH4 5: 24 983 948-24 987 816 835 89.51 8.79
Zm00001d032225 ZmFHS5 1. 217 881 333-217 884 547 892 96. 53 8.91
Zm00001d048142 ZmFH6 9. 150 751 083-150 755 678 861 92. 36 9.41
Zm00001d017983 ZmFH7 5: 211 349 626-211 354 097 921 97.04 9.76
Zm00001d006132 ZmFHS8 2. 199 483 327-199 486 703 842 89. 13 9.31
Zm00001d028089 ZmFH9 1. 22 608 980-22 613 235 882 95. 14 9.16
Zm00001d024947 ZmFHI0 10: 96 358 474-96 363 316 943 102. 00 9.12
Zm00001d012158 ZmFHII 8. 169 118 061-169 122 308 951 101. 87 8.59
Zm00001d042506 ZmFHI2 3. 170 090 737-170 094 686 956 102. 82 9.02
Zm00001d021985 ZmFHI3 7: 167 543 499-167 549 627 793 84.32 9.13
Zm00001d006758 ZmFHI4 2. 216 069 791-216 101 183 1 608 174.52 8.36
Zm00001d004557 ZmFHI5 2. 117 903 594-117 908 380 941 101. 47 9.05
Zm00001d021173 ZmFHI6 7: 144 970 206-144 973 502 762 80.75 9. 64
Zm00001d050024 ZmFHI17 4. 60 837 568-60 886 545 1386 152.56 8.38
Zm00001d018371 ZmFHI8 5: 219 425 678-219 440 046 1414 156. 67 6.88
Zm00001d003406 ZmFHI19 2. 43 299 785-43 302 959 841 89. 65 9.26
Zm00001d022040 ZmFH20 7. 168 411 875-168 421 767 1699 184.31 8.31
Zm00001d032101 ZmFH21 1. 212 826 023-212 863 575 322 36. 38 8.12
Zm00001d041515 ZmFH22 3. 125 289 850-125 330 088 300 46. 14 8.61
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E KRS 2 B, B 25 ZmFH21  Zm- H 22 NEEALE 570 ~ 650 7 5 A 5 AR 57 1Y FH2
FH22 T A EA FH1 25030, 5540 20 MEHE  Z5(E 1),
310~350 {7 S Y EA & & AR B FH1 25/ 35k, If

1 RN FHI LK FH2 45 F 3 & 3R 7 51 e xit oA
T O PR RN IR 25 5O 5SS ME N LR T
Figure 1  Amino acid sequence alignment analysis of FH1 and FH2 domains of Formins of Zea mays

Note: Red font: Highly similar amino acid sequence; Red background and the asterisk: Exactly the same amino acid sequence
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1.2 EXMEBREHRZHLSN

R ER N ARE Y AN b W i
HARERT IR ERREARBER AN RERE
BB 2A)  FF X TR MR AR 5E ., st sh
BB, ERBEE ARG ARG, 128
FEILA 16 AL, 43 5 & ZmFHI  ZmFH2  Zm-
FH3 ZmFH4 . ZmFH5 . ZmFH6 . ZmFH7 . ZmFHS . Zm-
FH9 . ZmFHIO, ZmFHII1 . ZmFHI2 | ZmFHI3 . Zm-
FHIS ZmFHI6 ZmFHI9, 11 283 5 % th Hi4x 6 4k
5y ZmFHI4  ZmFHI7 . ZmFHIS8 . ZmFH20 . ZmFH21 .
ZmFH22 8, o AT oK AR %L R )7 )
gER AT T AL R 4 DNA R 3Kk 4 2 1
FINE F LA S I K (B 2B) . G553,

[ KW FBEW AR 1~5 DN, 02T
KGR A 5 9 AL, 25 R W oK W
MR- & oA 5 H A G, Fl— 5%
Hr AR B B R A - N A5 R R, b
BF-NEFEMNER TR S A Y ¥ TeA X,
FEH MWK 6 5t i FE H P 3K B K F )
A 16 A RLEL , HAKBEIRF] 10 000 bp &L F FK W
ZmFHI7 KL 50 000 bp, M AT &R Zm-
FH20 KJEWHA 10 000 bp 247, [FHF, X 6 43 FH
1) 2 5 [X 38 K35 4 4 £E 10 000 bp LY, fHEE

10 000 bp FMJ3A D o S X 3 1M 55 S 16 Fift i
R B B AR B 3 5, KA 43 AT 10 000 bp
W, 2A ZmFHI K BELE 10 000 bp ZiA7, HLE AT H9 %
5 X IR AE H7E 1~5 000 bp 14,

BT E@EERRETH B o B 2 W, T A7 1 K ik
HEBN 4 BA FH2 S5H 30K 2C) , I H Zm-
FH2 iR A TR R G B 45438 (type 1T se-
cretion system protein B superfamily, T2SSB superfami-
ly) LR £F 2 i 12 8 1 405 8 H RS S5 19 38 (fibronec _
FbpA superfamily ) , 45438 0] e H A 7% 52 41 i BE 1)
YEHl; ZmFHE H A # 5T 5 B 3 B A 45 A 3K
( PRK13042 superfamily ) ; ZmFH11, ZmFH12 H £
DNA 4 i I 7 547 y/7 ( PRKO7764 superfamily,
PRK12323 superfamily ) , i] 625 DNA & il ; Zm-
FH14 ZmFH17 . ZmFH18 . ZmFH20 ¥4 EA 2{l PTEN
1A WD L — ol P e 2 il F) 45 # 3( €2 domaaim
of phosphatase and tensin homolog, PTEN_C2) L) J¢ £
1 1 2 TR A T 45 ) T U S 1 W98 T Tl o 8 IR 45
(cys-based protein tyrosine phosphatase and dual-speci-
ficity phosphatase superfamily, PTP _DSP _cys super-
family ) , 7T AT GE3E i PTEN 25 #4 80K 25 15 oz %2
20 BB | DL R T A o3 SRR AL B9 2 R (R 5
WA X ZRE S0 TN S

ARy Ao o T T[] — A S 50 1 A8 O3 T R

B2 FORBE A Z SR R SR N S5 H IS s DR sy B
T A TRBER RGN B: TOKMEARENEIE; C. FORMEE A2 fEs i

Figure 2 Phylogenetic tree, gene structure and structural domain conservative analysis of Formin family members of Zea mays

Note: A: Phylogenetic tree of Formins in Zea mays; B: The gene structure of Formin genes in Zea mays; C: The functional domain

distribution of Formins in Zea mays
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AU IIRE, o TR R FAR G FH2 R 5725
ey 3 B 1) 22 S R AT 40 2, DR MEAR BT 53 UL R
KR E KR 1 FH2 S5 0HEAT T RERH
G3HT. GERFWI KA | K RN R I B A R 4y
R (18 3) , [A)— ML B 5% D e vl BE
T2,

NBE—2 T EKRNE A F S, 83 TBrools X
PHF A 3 F K B 5 7% A e 5 MR F) A7 41
(B 4), ZHras RaT A, 22 A T oK R 5L 43
159 ek b, Ho 2 Sh @R AR o Bt i
Z A 5448 .9.10 SHEAMK EHIHA 1L
BT 6 S Y ik AL S AR R

1.3 ERBEAREMIRXAERTHSH

TESIAE IR A T XA T 0 1 2 22 PR 9 2 ) 56
SRS R P R RN 455 AU — B DNA
IR IRV ) = £ I e LS N 1= R/ R L N P VA

B3 FK KRS IR T R AR R I R G

TERINE R 5% . EAZAEY 5 SR 2 I 6 A
PRI e A IR AR, K 20 2 3 2ok e PR v A
TR A T - (el ] | B3R 5
ST ZIES AR EAE I T, R, B 58 Ak
ARG R 30 XA oA B T
FATHE—2L T TR E H R DIRE, 5 PlantCare
P %3 K LR 19 CDS 1267 2 000 bp J3 51 HEA T
AAERTCrE 0 (B 5) S5 RR BRI A3 285
7 ARG RO E H SRR A I Se [ ans 3h
TG R - XA S R0 =X AR O A4 ((common cis-
acting element in promoter and enhancer regions) | | &
T AT 1Y DNA 256 8 45 G 0050 F MYB 255437
SEEHN, TN 23 BRI AR T 64 22 Rl R i
SVRETTR R R TR T e e N TR R
TR TR P AR 2 506 RN R I
FETTIF AR S8075 3 I b 75 B =X 55 ST, 2 5 5
VR SN B PO RN 2 5 2R A0 R HY I S I #1842

3. FIH MEGA 7.0 /4 NJ YZE(neighbor-joining method, ITAPHIIEEE ) WBERFE KB, bootstrap {E% M 1 000

Figure 3  Phylogenetic tree of Zea mays, Oryza sativa and Arabidopsis thaliana Formin families

Note: This phylogenetic unrooted tree was constructed by the neighbor-joining method (NJ) with MEGA 7.0, with 1 000 bootstrap replicates
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K4 ORISR R R W G R 2 7 0 #r

Figure 4 Chromosomal localization analysis of Formin genes of Zea mays

K5 FRIME A ZIEEEA L7 2 000 bp WAAEHIZCH34r
TE: A R R AL R BRI G RAAEHITE ; B: 5B A A5 HoAt oo
Figure 5 Analysis of 2 000 bp cis-acting elements upstream of Formin genes of Zea mays

Note: A: Cis-elements related to hormone response and light response; B: Cis-elements related to stress resistance
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TCA 30 A7 7E , B AR 1 3 R 2 SR AR 1T Rk 32 i 7%
PR AAHIR IR A 4% . JF B, 22 S UE s
ZmFH2 ZmFH6 F ZmFHI0 | ELAG R 75 S i 45
AR A LSV S OIS B e, W RES SR
WG A ZmFH2 6 BAG IR 33k i IR ook DL R
R IR S 38 e B T A A T RE X R 2L A T
PR WEEAE ; ZmFH22 BA 00 RN o, il g
SHi0Mas S5  ZnFHI b BAT R v
FITCH, A R RE 76 AR 40 A 14 43 A | 4 24t R rp i A
M. ZmFH4  ZmFHS5 ,ZmFH6 . ZmFHS . ZmFH9 . Zm-
FHII . ZmFHI2 . ZmFHI3 | ZmFHI4 . ZmFHI6 . Zm-
FHI9 Fl ZmFH22 BAG 5 53 H 41 23R 3500 DG iy I 9
JCF, ZmFHI0 BA 5 53 41 2URR S 3005 A G Y 1A
oo, RIS AT RS 5 Bk A K

L4 ERBEAREKHARRESNT

F BAR W3l 2R A5 T K i i 1 3 DR AR AR A AN ()
FRAL R R A [ IX IR R AR B, ) gTeller
WS ARAFTE 6~7 T 1H] 7~ 8 T[] Y FB T, 25 A
PRSI (K 6) o

SIAT IR, KR F R IR R —
(IR, ZmFHI2  ZmFH20 78 FAR A X K

K6 TKMEEAZENAEARAL R RBE

X MEWA B RIEKE, ATRRERMNEZT L
FEAVEH ., ZmFHIL ZmFHI2  ZmFHI3 1 ZmFH20
TE TR R IA KM R 887, ZmFH3  ZmFHII  Zm-
FHI2 ZmFHI9 Fl ZmFH20 7831 X 3 15 7K S 4H Xt
W&, ZmFHIL  ZmFHI2 F ZmFH20 e K X &34
IKEAR X 85 5, ZmFH2  ZmFH7 F1 ZmFH20 1R &
FIBIKE AT A, EATT AT RE AR ik SL &R A7 I A9 R 4%
VEFR S, 76 6~7 Fila] [ 7~8 la] b, Bk3s ZmFH22
JUP5ERARIRSS, R R TE X A BB A
—SE 23k, ZmFHS  ZmFHI1 . ZmFHI2 . ZmFHI6
Fl ZmFHI9 TE3X P EBA7 B 2 35 K A o g, 7
5 N U o < N [ 1 A N s i v A v
A E AR 5L P 238 KT R 2 i R A1, BB &
KU 1 28 B R AT REAE I i AR KD TR AR .
ZmFHI1 ZmFHI2 F ZmFHI13 % 3 />3 PR 75 8 A4 it
R IB KT AR LAt B AR 1 2 R B e B g

1.5 ERBEARKENEEZEBRNESHIARIT
28 R 7E fir o

RER >3 AR AN I SR L [ B A0 4 AR
SRR A B A A T T 5 R e A
AR REE A A R 4%, 2 5 AU (E Sk gk

A RS B Bk 6~7 WWiH, 7~8 WAl C. M BREIXI, M1~M15; AH3h 3] 23R 07

Figure 6 Expression analysis of Formin genes of Zea mays in different tissues

Note: A: Root tissue; B: Internode 6~7, internode 7~8 of maize; C: Leaf gradient; M1~M15. Leaf axis to leaf tip
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PRI ZRIA TR | B et FH 0 o A3 B 4 e ) 30 0 4 4 A
AR A2 AR, DRI R G M o3 B e — R
— ARG EY RS 5 AR A EAEM A
BT T AR e Thag, @ E HARIR A,
STRING 3t $R A5 T 2K b 2 11 52 18 19 28 1 B AR I 4%
KERET),

LN ISR SR AR P Y ¥ AR R (S 4
Y 4 R 2 LS B BB A (profilin) |
ROP ZKJ% & H ( rho-related GTPases from plants) . JIl
B (actin) LL K LB) 8 F1 % 58 7 (actin-depoly-
merizing factor ) , Bf 2% ZmFHS, ZmFH14 , ZmFH17 |
ZmFHI18 ZmFH19 . ZmFH21 #l ZmFH22 3% 7 4 1
A HA 15 A ERME A FE R 5 profilin A
1 ARG T RE S 55 WLEh B 11 A I8 45 L B 40 1 B
¥R, B2 ZmFHI1, ZmFH2  ZmFH7 . ZmFH19 | Zm-
FH20 Fl ZmFH21 iX 6 A, HA R 45 ROP &
FI AR, X Fm KR ER A S ROP 2 1 22 [H]
AEAESE AP 5 00 A [ 8 9% 40 P A8 % . ZmFHS il
ZmFH19 X 2 NMEABSISEA AR, /s 54
BN E AR, ZmFH20 5 L3h & 1l 8 H 1
HAE, FTREZS S UMM LS B 2P 85 G s H 3
A, T ZmFH21 2 153 DU FP 8 A7 78 BAE G

Bl 7 TR SR 8 TA R R 2%

F, e B HABYIRE

HRIEEE 451 GO Thfe s HErTAI(E 8) 1%
W 26 B T 5 28 AR 7 200 b B 4 %) AR A L 8h B
H&hiG, Boh, ZEAMS% IS S 55 0 )2
B RG, B 5 5 Sl R X 3 L 3h 8 1 Sk A
G TR, LA RS 5 U o 2 LBl B AR Y
A Bl i, o — Ui T R (A T e i
FENBE R R A B, 164 M R S A1k 41 i
PAER A ST REAHEEEN,

3 K R R SR 1) A0 i S A ) T, S
BT 0 A 76 40 6L PN 1 LA 7 B T LT A ik
DTl 5 20 M 2 AH G T B . AR LA AR 11 1 R 56
WFFE , 18 1 8 A PR R4 N CropP AL 33 4K 45 3. 41
e i R (R 2) o

i 3 43 A AT A1, ZmFHI  ZmFH2 | ZmFH4 | Zm-
FH6 . ZmFH7 . ZmFH9 . ZmFH10 . ZmFH11 . ZmFH12 .
ZmFH13  ZmFH15 ZmFH16 . ZmFH19 1 ZmFH20 iX
14 AN P A, T 200 6 ol B8 L R 4 e B, 55 G0 0 B
A2 R F1 A 40 0 5 2 40 o 25 A4 ik A G T g
S 4. ZmFH14  ZmFH17 . ZmFH18 . ZmFH20 | Zm-
FH21 Fl ZmFH22 3X 6 />4 H E A T 4 il o7 5 o,
IE I, X 6 AN A AF#R I TR T 2 W 0%

Figure 7 Protein-protein interaction network of Formin family of Zea mays
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8 IR GO SR
b~ Log, P {1 TR 11 FO4H(E 0 RE RT3 12

Figure 8 Go functional enrichment of the protein-protein interaction network

Note ;: —Log,, P-Value: The credibility of the protein-protein interaction network enrichment in this function

E S EY N Wi = I 2 ) O S A g

Table 2 Subcellular localization of Formins of Zea mays

GRS B A0 GHERAY A 20 i E A
Protein name Protein subcellular localization Protein name Protein subcellular localization
ZmFH1 JB e ZmFH12 JRHR, b
Plasma membrane Plasma membrane, extracellular
ZmFH2 R, AR ZmFH13 3
Plasma membrane, endoplasmic reticulum, vacuole Plasma membrane
ZmFH3 JRAR ki ZmFH14 H 5%
Plastid, Mitochondrion Cytosol
ZmFH4 BB, Hadh ZmFHI5 i
Plasma membrane, extracellular Plasma membrane
ZmFH5 95 R Ak ZmFH16 iy
Golgi Plasma membrane
ZmFH6 Joa g ZmFH17 iAo
Plasma membrane Cytosol
ZmFH7 R ZmFH18 H s
Plasma membrane Cytosol
ZmFHS Buik  ZOoRriA , v R Ak ZmFH19 e
Plastid, mitochondrion, golgi Plasma membrane
ZmFH9 i ZmFH20 A%, B, 2R A, M B
Plasma membrane Nucleus, plasma membrane
mitochondrion, cytosol
ZmFH10 iyl ZmFH21 i2p:
Plasma membrane Cytosol
ZmFH11 R, Mgt ZmFH22 ji2p:
Plasma membrane, extracellular Cytosol

BEEE IXARATRE S B AR FH2 45K 37T 6 1 Zh g
AR, R, A7 8 E AL T4 EAR , 4 ZmFH2
A ATREL E AL T A B B ZmFH3 G A7 T
PR LR ZmFHS 5E 07 T R AR B  ZmFHS %E £ T
iR ZRifA | R B ZmFH19 5@ A T A4 [F]
I id e T2 A

3 3 45 4 M 57 43 BT B ELAE B 143 B A
FRBE AT RERAWIEN] . 41 ZmFHS 5 GDSL fig
0 g S A 1 B AR T SR i JR SR A AR A 7T fig
25 T ARG A BT R ZmFHS 57 H S0 4-8-
S LA RS Rl K A R T DU R S5 A I R B
(I Vet VA R R NRES 3 TR NN 2 NS T A R
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HARES 5 E AWML L S A e ) R iz b (5 5
i I s ZmFH1 1 FI ZmFH12 528 K R4 5E A
AR FLE T AN MBS , WA AT REAE Sk $E 40 % 7
ARFEGEE, BAHSEANEIEEAPELLS
AR E AL 3 AT AV . T ZmFH3 W] BEE 6 T
A ZRRiA, {H STRING W3k 45 21 A4 H A 25 1143 BT (Y
6 =S 5 N8l 0 R A DL A0 B 2R A8 A,
X—H A REIRA frt— 2% 5%

1.6 EREKBHREEERLLES

it 5 1 ) DT 30 Ak 31 3 20, ) — 506 1l 3 K
W SR R DI RE AL N 24 (HR [R] ik
B B 1 40 Ao v ] — G0 1 B AT PT R A AE e e 1k ¢
2, BI— NP i) S PR A P oA B B S AR D —
YR SR 2 B R BUOC R  IX R A X e S A
FEA[FE Rl (R D e T BEAR L, AR 95 Z A £ K |
IKFEFAL R IF 1% FH2 SEAUR S BT RB RS ARt ok 5K
FE SR 2006 R BT, PR L AR 5T 6 K 5 7K R G S ek
AMTRELLFRATTHR YR K L B 0 0 R 1 3 TR G T fig
SR T 5 LR M AR S G K Y R P 3 R Y 2
fE., MG TBools X T K Ak Fi b A7 FL £k M40 #r , 75
FTFEER(E9) .

FH AT A, oK B I R 10 S FE
735 7K A R B 1 G B TR R A ) I, A3 B2 Zm-
FH3 . ZmFHS5 . ZmFH8 . ZmFH9 . ZmFHI11 . ZmFHI2 .
ZmFHI6 . ZmFHI8 . ZmFHI9 F ZmFH20, 3 Zm-
FH5 1 ZmFH9 Xf 0 24> 7Kg v L8 8B, KA
W OsFHI ,OsFH2 F1 OsFHI15 % %10 24 F K & H
BUBL o AHEATTZ 8] R 43 5 PR 1) e 2 A 2 | 3K i,
HH K LR 1 5801555 7K A LR 11 5305 & A o A i e
) HLAS R FNA T Y DI RE B & &8 280 22 501,
A NEAIN S, ZmFHIS 5 K F ' 050610184400
(RAP-DB %545 & b #7 Jofim 44 ) 56 IR AR 78 2L 4k 1,
050610184400 57K Fef i (1) s 2 11 55 PR S 6 K 2 1
FHHZ B X RA R — 2058, [RE, a4

K9 FREKAEEE H SRR ILL AL B

EA BYRK R U 2 T D RE A BIE 5T, FAT ] dL fig
SHEAHEIN -5 22 368 7 1) K B 1 R Y DI E

2 he

i I o) K B PR A AT R ST S A I A, LA B
5 FOREAR AT X, FATE 28 2 £k Y 22 4>
EARBE F R, ¥ E K SRR TR
FH2 S5F4 0k G HE AR I X iR Y T2 5 kA 7
gy, Hbh 6 Al AR R T I 3E, 53 Ak
16 MEHEGN AR T 1 BRI, PRk,
1 S G B AR B C o 55 I 235 ) A 7 0 £
1B 0 2R 52 % 1 LA 1 62 BE O B2 2%, indBh g o 11
W AT gl o R A 1 PTEN RSG50 7
B, 1 AtFH16 R E A PTEN 4544 35, {8 H 78 47 %
( Nicotiana tabacum) 3¢ JZ AT & v T 2B N I X 1)
M54 I+ 2 5 TR T 22 308 W 4 ( Cvrckovd et
al., 2004; Van Gisbergen et al., 2012; Wang et al.,
2013) o HEEAWT BT a2, B 1 2R 5K % Zm-
FH14 ZmFH17 ZmFH18 F1 ZmFH20 H. A PTEN 544
3,10 ZmFH21 #1 ZmFH22 AN B A PTEN 4540, %
B 11 260 S5 I 1 L S 4

TE/NSEmEEE O T2 AN I 28 )il A AR AT
WF5E, K 1 2 I S niaE 1 22 18] i D e 22 5+, 404l
Fr 1 2R H R4 TS B0 W A RS s )s
it A 1 26 R 1R AR RT3 S50RE ) A0 A
U (Vidali et al., 2009) , ELAIEHEIER T 25K
BS54 M5 2R 7 WLEN R 5 (Favery et
al., 2004 ; Ingouff et al., 2005; Ye et al., 2009; Xue
et al., 2011) J24% | Wi L3 8 A R A 1) FZ ML)
AW T (Cheung et al., 2010) . 11 Z8ALEE X
YRR AL AR K % e (Vidali et al., 2009; 2010) ,
FRSA R PTEN 454430 i 45 & W R JILR-3, 5- ik
M2 PI(3,5) P2 401 20 Jfd Bz J2 42 oF 4 M il fe 2 I
OsFH3 A fEiE i s L3l 8 1 22 19528 3L K835 4
MBS R 2R BT REIE 2 S YIE &

Figure 9 Analysis of collinearity between Zea mays and Oryza sativa Formin families
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BYAE 4L ( Chang et al., 2021), BEAh, 280 H At-
FH13 1 AtFH14 AT 388 FH2 858300 I8 U —
Bk, F 0 28 A5 D RE ) &2 2% 1 ( Kollarova et
al., 2020) , T &S RIR & P e n] REH 2R,
PR oK T 2R AT RE 2 5 FOK 4 M A AR P A=
HEKRESZE SR,

FRAE A FHIT 3 A A5 oK R R R 52
AR RR R RGEHER O BT RSN R
PEFEE S ARG I DA SRR 09 )l 1 R TR T 52 1 R 425
AR, AHE AR A BB F AR AR R A5
Jir it B 23 59 e, 2 W 360K 8 1 K R
RE) 22 5 IR R AT 3 A ) E ARG HL
FEAT I BFIE . L 0T K 1
i A FORBEH E H (zein) AU A9DTCE #2200
1 BEEA 0K U L R ] BB I 2 5 R oK Fh
WEEA R & i, WA, ZmFHI LR ZmFHIO A
IBG3 NAFAE R Tl - 5 AR R S 5 (T, I s AT
B2 5 EAMABERK LT MHE,

A 2% 53 B 2% B K AR 1 20 i B R R
53 #B85 profilin 455 2 5 W 22 U B 4 L
L A% A #E . ZmFHS Rl ZmFH19 3% 2
MNEASNEE A EAE, ZnFH20 5 V130 R
W7 HAE, W RE S 5 NLEhE H 22 4% 5 R
SERE R, X5 R AR 1 A0 1 T RE A AR DG BIF Y
K RE

A, ROP ZKE & F 5 R 2> B oK A A
FAER . TES W FIEL T o, Rho GTPase FE I 7E 1 1iF
W R H 3K, %A RBD (receptor-binding do-
main ) Z5 30T DAD 25 #4358 A9 1 2 1 IR A A T T
ERAIRAS HAE S Rho 25/ G AL G H C
sty F PR A 519 3 J0 ] ( Wang et al., 2008) , AT
Z 5%, ALY+, ROP & H (Zheng
and Yang, 2000; Brembu et al., 2006) BUfX. T Rho 2§
/NG HEH, ROP HEHAZS SR EA: K (Bloch
and Yalovsky, 2013; Cheng et al., 2020) , & 51E¥;
B MWEEHLAA K (Feiguelman et al., 2018) , LA
LZ5{E5H T (Wu et al., 2011) 3%, I 6E 5 &
AL, A SCKUEI, ROP 25 (A 5 17 21 41 i T st
SR T TR 7 8 240 4 284 10 4 v 9 UL 2l 2 3 Rk
& (Cheng et al., 2020) , H AL EA R L0 & R0
AR R A0 i o 2L VR T 9 L3 2 1 ) 4 2R
8] 71 %% ( Feiguelman et al., 2018; Nakamura et al.,
2018) , Hi WA HIELIEE R ROP A5 EH
HAMEEMN, TEARCHER 22 D ERREAR

TG B3 b AR 2 0 4 2 A DA B I AR T oo o)
Bra] H1 ROP 2 1% il 51 5 K LR 2805 i 01 A A
RIVER] IEAAAE ARG R, AT RE 3L W] 2 5 8 45 41
WshE HESR L g A K k& B E K+ ROP
FIG5 EARRE ARG Z B 25 BA RT3
HEPHRRIEBALIE,

T K B Bk 25 5 3 LA 3 2 8 BAE
Hb BRI R S AR A EAE, 140, ZmFHS 518
K ERE HAE ZmFHT7 5 2L R RR 1 ( polyga-
lacturonase ) HAE .ZmFH19 51X ¥ Fp B &R G AF , X 1
Bl 3 4> ZmFH S EIRE F BRA —E WK R,
ZmFH11 fl ZmFH12 #8559 )& % H (expansin) HAE,
HARE AR, PR SR I E DD RE AT REA —E 1Y)
FAIE . ZmFHI8 56 % 58 2R 8 52 45 F 1 1) XU
45 4 8 H (di-glucose binding protein) H.AE, 1
ZmFH21 25 AR EKRE H , EREAS profilin
HAE BAS ROP HE A WS A EAE, W2 R & &
FEIH =R (1) b 25 H (hydroxyproline-rich glycoprotein )
FIGHEMA & & AR E R 75 (leucine-rich repeat)
FIEEH  HE A S5 5% 1 (histone acetyltrans-
ferase) \ 7R R A 1 A HURIEE H 45 & 2R H S5 2 A
HHGAE, Ui ZmFH21 MINRER W REE 4 k4 T
BEREUKBAESME, ERTEENE, us
gR34C09 .GRMZM2G049641 . GRMZM2G109586 iX 3 4~
AR SR TR 15 R OK R 1 50 2 1 3 0k A
TEHAE K FR, W BEXS oK 8 A AT 6 D BB A 1R K
YEH.

HRIEEE F Y GO ThREE A Hr nl M, £ K A
G BETE 20 B 22 | A B 2 A 2 DL S WL B R
FIYZS &5 B B — B, Xt 5 i e K
i AR T A A O D RE 3 AT AR AT 5 o T AR 1 M 4%
TE5 & & IR XIS & 19 7> 7 IIREh A —E 1
YRR AR AT e R O i B P s & Il R 1Y FHI 45
F IR AT LGS G profilin M ILsh 25 (L HUR MY i =0 &
B, WS F SRR i 1% 22 FH2 2540 4
G LB AR 11 22 180 0 A sy, 2 8 JUL 5 2 1 22 PR 3 ik
{d1IFH>E ( Pernier et al., 2016) ,

A 5 AL 53 A AV EAE AR A BT AR Y, R
A TESH DT 20 BT | 240 L 25 DA R A A% 24
AL, KER 7> B GUE M ARG B B, BT RES 5 )
[tz el e e AR A TR, AR 2 B K i H
KGR 5 profilin DL X L3l 2 A i 5 A1 B AE , i
ANENTTRETELN M N Rl G 22 , BRI, 2 S g4
JEEZR T ZmFH20 [R] 7E 240 i A% | 40 Jf 55 4
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PRAT 2 A, 2% BH LT BB A6 A4 S 41 i B 28 LA B 40 i
AR R E S 1L T IER]

T SR A o o3 A 5 ELAE 2 R 4 i
FE A TN B A, 2 338 43 R ) 3k LA B8 A7 A —
EMIER , BN, ZmFHS HA 5% S Ma A %
M TCIE LA R 5 3 A A B3GR AR O 1 Jo A, L B 1)
B OE AL T AR R B R A H T RER 2 5 i
() 4551 38 1 28 1 B A, PR L ) e AT g 5 ol ok
FAHFF . AETT 2 3L B A =X 1 F e F 4 5 HoAt
ST AN REAR L7 M1 R, DR I 6 K B 8 11 20 1 T
REI A R — 20 1 5250 40T

A LG FAE I 7 R0 ] ) Rk 7K K AR
FEPITERR A A R 3K /KT 8, 45 G A ) LB L T
YA PN E AT S T RS S G, A B B AR DA
K2 5 U A K A T RE, AR AR R A A
RSN FREE JKGr FR5r R B8 R A S
HH P SN, R, B8R AR AT RE 7 B ORAR i A=
KR T KRt A S0 B B v Ak HE 2 S AR
ZmFHI11 ZmFHI2 ZmFH16 1 ZmFHI9 18 6 ~7 i
[B) 7 ~8 7 [a] 47 e i 2R IR K, ZmFHI T ZmFHI2
M ZmFHI3 FEW 7 A AT B8 1 Rk AKF | iX LA
HEEARES 5 E AR AER LTS RE, ZmFH22
P —— A~ 7E 19 6] R0 R 7 3% 38 7K P R AL AIG g 56
, HAAERR BB b 7K iRl B A 404
HAFRIBA IR T, & AT e A8 H AR A 19 43
LR ERIA,

TEKAE S TR ML P73 Hr b, JAT & BLK AR
H 050610184400 iX—FEH 5 ZmFHIS FAXTRL, R T
i A R T /KA AR S A %, 3 i Pam 0045
JE X6 L2ty (1) B2 B R e 9V kA T 45 R 3k A B, e BEE
{XHA PTEN_C2 2593800 AN HAT FH2 G543, I A
J& TR A, 5 ZmFHIS e L4 L &R
BB B A PTEN 254438, LA K Sk fn] L Ath 2 15
HAT PTEN g5 k3 sl a5 1 09 56 R 592 56 R Ay 3t
4k, BRTR %A Eie,

25 LR A SO T A T B 2R B i g R R
TR B E G5 T REATAE LT AE Y BB AT i R
RILDIRE X Ry it —20 T A R i D e
YERIALEIEE 1 T8 m Jr ml, BeAh, AW 5E 0 & 3 &
KB 055 FOK A 4 A A 4 45 2 L A S B
O, PRIt g i 4 ROK R L ER R s A B R
R BEF R SR B FORBRALAS Bl #F 105 T Tall
HTRE IR S A0 AR S 15 31 K B S0 1
ORI B i AT R B 1 DI fg, HAT 5 764k

BE— 2T X TR IR 5 1 D RE SR S
3 MEERE

EoK(Zea mays) WIFER AT H LA S £ oK off3 7
BT 4 A EnsemblPlant % #% %2 ( hitp.//
plants.ensembl. org/index.html) , /K #& ( Oryza sativa)
WEE T 5T # H Rice Genome Annotation Project
(http ://rice. plantbiology. msu. edu/) , A #§ I¥ ( Arabi-
dopsis thaliana ) WEHFEY N H TAIR (http://

www.arabidopsis.org/ ) .
3.2 ERHEEBREHRNEE

M\ EnsemblPlant g % ( http ; //plants. ensembl.
org/index.html) 3815 K ) B A~ L R 41 DL ) off3 1
RESCAT A8 TBrools B4R R/~ 5 DX 4 %%l 2 Ak
M 31 ( Chen et al., 2020) . Jf FLiti i 251 Lot 2y i
5K R R 05t DA R A0L R 9 R 1 2 0 A
(R SERR Y 91 HEAT LT, i i 1 T RE AT FH2 2544
W EREE A, 7€ Pfam (http ://pfam.xfam.org/ ) F
vl F3RAS FH2 Z5F93EL ) HMM A8 (PFO2181) , {ii F
HMMER 3. 0 BRPFRS FOREIEM e S AT IR 5 45
55 TBuools FYASREE &, I8 5E vl BE N E K
HR G5, [ B ZE Pfam M 3 (http ://pfam.
xfam.org/ ) X i & (Y 2 I HEATHE AR R, S HUE R
1.0, iHjd NCBI M5 Web CD-Search Tool ZfjfE ( ht-
tps ://www.ncbi.nlm. nih. gov/Structure/bwrpsh/bwrpsb.
cgi) XA P AT A5 K 300 Ar , HERR IR T AR I
KGRI 1, B A5 3 22 > FOK WU F L oL, i
Expasy M ¥} ( https : //web.expasy.org/ compute_pi/ ) 15
F 22 M EAS T RIS SR A, FIH Clustalw
32k (https : //www.genome.jp/ tools-bin/ clustalw ) #£ 17
IR P H X, I Espript3. 0 (https ; //espript.ib-
cp.fr/ESPript/ cgi-bin/ESPript.cgi ) & i 57 2 IE R ¥
FNER(E ),

3.3 ERMEEREKHRFHUST

fdi 71 Mega 7. 0 45 3 F K iU A R MG RY R4k
55 K RS R ABL G ST 0 FH2 45 A 303k A0 A i 0
TBtools #1452 5L X 2548 Y G4 E 2 45 1, T M-
crosoft Office PowerPoint il YE15 £ & 4t it 4L 43 Hr &
(&2, B 3) Mgetihe & (15 4) .

3.4 FEAXREEBZXEHINEETNS 54
i3 TBtools #1742 Xt £ 2K il 25 FH ZE A ) CDS

3.1
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3% 2 000 bp BT 4, I 1% % PlantCARE %48 %
(http ;//bioinformatics.psh.ugent.be/webtools/ plantcare/
himl/ ) XFRACAE ST D REREAT BN, 4% E K iR
FI R G 1Y 1D 5 49t 1% 2= STRING 3 (hi-
tps://string-db.org/ ) , R EAR I E A HATEHE A E
VEGIHT , 45— K AR 1 8R4 AT B e Y 10 4>
HAREH . AP -5 F R SR 55 H EAE
KR FE VI 8 A R A R 2%, IF45 2 M 45
1 GO IRER H 458 (BEH GO FEFE P {H<0.001) .
TE Crop-pal M3k ( https ://crop-pal.org/ ) A if] FE A 1D
PAF AN ML E A5 B B A% EORFEP 4 5 2 BAR
W %h ( http://bar. utoronto. ca/ ) Fl qTeller [ ¥ ( ht-
tps:// qteller.maizegdb. org/ ) K45 T K B HE H F % K,
G IREE , RIK L log, H—1LALIE, (FH Ex-
cel B # PR AR A5 0915 B, H TBtools % 4 3t 17 1]
Ak

{E& TImk

PR AT 1 SR BT AL BT ) SRE T
N AL RRESE OB 2 M R SCRI AR I 5 AR A A
S 5B 50 25 A b 5 MR AR R o 0 2
T H A RSN 18 SR BT s pr
WX RS EU, SEAEEE R B R ERAK
SRR,
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