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Abstract ; Falling flowers, fruits and seeds are the common natural phenomenons of plant organs that are detached from
the mother plant. The organ exfoliation area is called as abscission zone (AZ). The abscission layer can be differentiated
in abscission zone and has close relationship with shedding. The development and function of the abscission layer are
controlled by many enzymes, many hormones, and many genes, which involve a complex and accurate process. Falling
flowers and fruits are not only typical agronomic traits in crop cultivation and breeding, but also one of the major forms of

plant shedding. Reducing the number of plant organs falling or controlling the proper shattering for increasing the yield
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and quality in some crops, fruits and vegetable plants have been the goal of crop domestication. Based on the previous

studies on the physiological, biochemical and molecular biological mechanisms of plant organ abscission, this paper

mainly reviewed the molecular mechanism of falling flowers and fruits from the aspects of cytology, physiological and bio-

chemical mechanism, genetics, molecular biology, related gene mapping, and transcriptome analysis. Among them, mo-

lecular biology and related gene mapping were focused, which provided some guidance for crop genetics and breeding.

Key words: absciss layer, falling flowers and fruits, cytology, gene mapping, molecular mechanism

T T& AL T8 R R AL R 5L T 5 00 6 A bk 2
R —Fp T Z A E R HAR B . AT TE A K
RA R b R R (AN R K A
WP JCR N B Ca.Zn BRZ i HUE 55 ) 2P 5
B A KKl > BB O T (R AR i, —
SEESE SR AR W BN E W RV . TR IR W R T
T, P ) T 0 9 DR AT 5 A N A 18 7K G s 20
A TR 45 % IR % Yt ( Patharkar & Walker, 2015) ; 1E
RAIE T W AT T AR A B IR G R MR
FRYIBT WA BONEC . SR, AR S e AR sk
B AN TEH I T i R B9 482K WK R /N 22 9% kL A
FENR S R 2 2R I8 il % 1 J R ol ™, AR AR A=
PR3 T X R A R Y AT A B AR S AT L
ARBOR ] - B U5 AT DA AR Ik 30 e A
FEICR . PR AR ZE (2016) 12 38 78 K & - 1 55 it
) AE A 19 57) DTA-6 i R E2R IR X Gm AC
(1) 3235 T B AR, R 358 5 DX A AR I el A8, R S it
75 K%K ; Yuan & Carbaugh (2007 ) 78 A 47 FISE 5
KA TG TAA (indole-3-acetic acid) Fll ETH ( eth-
ylene ) BT , B 1k 7K 2R A HLABCR AR B 45 7% o Lin
et al (2012)7E KT & 5255 ML B VE W) 9 AR G 7
WHEATBAL AT b AE B2 FARC S TR T
— RV TR R AL i, FARICE
FEEPR 25 B b2 52 5 7 i 5 0 F80% 19 A S30R
1, X EG 2IE By AR B 2 HL I AT 508 ATk
AL S AL B TSR Ah 2 R A &R

1 KRN

M) V&AL T R 5 1 2 IE % %5 4 ¢, Patterson
& Bleecker(2004) 7E 7K 5 H L & B K A8 FF - i 7%
HREBMBREZ BB EA K, —BOA v Tk
RAAABB (B ) 5, B DA P il Hok,

BB A5 5, B S B 5, 8 DB
VAT WK A | AR A A O3 2 5 B e, B XA B Oy
OB e 2 o B 7% 5 7E 5 5 B )2 40 ( B &8
AR Y FAR—M) BB PR 9P )2 (Kim, 2014
FARBEA, 2017) . HAGT M, ALEEY&HE
Wi V% HEATE B AR 3 2, Hean, K 2 i (Moline &
Bostrack, 1972) , 7£ & )2 IE X — B B iy o 58 A
X5 42  Nakano et al (2012) B 57 3 B AE 9 76 Bt 7%
B FEEB 4 4k H B X (abscission zone, AZ) , Bl 4%
B R AR 10 2H 2 DXl K S8 3 DX I 3 T 5 ~ 50
IENITE X EN Ve & N N AN D R E N
EA M Z 0B XA AR (B TR B VR i
rp B XN 1~2 240 % A 5 B B )2
('separation layer) , Sexton & Roberts( 1982) 5tz
GAE B T 5 D R ANTE B J2 Ak R 45 A L
YEHT, AR IT A Y B J2 240 B 16 v e o Ak 1 g

B A 1 ~2 28 )2 40 X 5 A5 5 S i A X
B TEAR R A Y 5 A s 2 40 i 2 el A R
A, AL BE IF (Arabidopsis thaliana) 16 %% B B &
ZMA 4~6 JZ(Patterson & Bleecker, 2004) ,7K
MR Z M A 12 J= (KB %, 2016) . Doorn &
Stead (1997) iz Ho Xk 240 A9 285, B 2 J= 40
FLUA Dy =2 A0 IR A AHBL, R /NS5 45 5 AR 2B 41
DR NS S0 RS E o9 0 | N A o = K 98
Baird (1984) 7 HLE T W44 5 75 I A DL )2 4 i
VIR VR8¢ D L 4 /) 5 00 A ) i A R, A
B 5 20 M A (22 SRAZAAS | vRn ZR L A4 KL T 1 J5 1)
FNZORL A ) B S 48 22 5 A0 JE I O o, o 00 B S5 1
B, BRI (2017 ) R A BEE) B 500
FLAETT IR T AV LRI AS 5 KL 55 22 @ At ) 1) A6 A
KATHEATEE AT I R B 16 57 2 R AE I, b
BEAN M R R s 4R R AN BT A A
RN HES R X SRR 5 ST 09 B )2 4
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38 &

FAARRARL, FATT Al AT A - AR 5G4 4 1 45 )= A A
AL, TEHAEOL R, 2 AERE Y R B 4 4, WA
R RG A

2 AL ER W A& LA

2.1 TAA 1 ETH #2194 38 E A

TERAVE LTS A i B v TAA I ETH 493 3%
A0 (Meir et al, 2010) . #5)2 ) TAA 55
e TR A I A A% T B OCHE, TCiE a2t Addicott
et al(1955) &1 A K ZHEBIL” i 2 A1H%
R — P8 3 25 7 FH A1 Y50 ) A 5 50 NAA
TAA 2,4-D S840 PN [A) A ) SR8 ) ] — o B AN [+
PR, I 4 o 0 7%, 0 B S 2 A L R T AK
SRIEHIAE SR AL, A oaii A S el i 30 P e L)
AT AL TS ORBE T WTSE AN, 8 R
N, R X P AR A SR VR T RE S A )
JB % | Az 1 AR Mz ) B X BH T B 2 U
FLAAF (Taylor & Whitelaw, 2001)

TAA JE 85 2 )2 40 % ETH i A U8k 1
PES B % . TAA BEREZZ B R 1, ETH {2
HEERIE M, TAA Z T LLRE XS A 4 2 B 0 7% it 2]
PRIPE T, 2 R A 2 i 52 B A0 S BR 5 38 I 3
] 125 )22 FR A6 1 TAA /b, B9 2% ETH B 08 4%
i1 it FH 2 0 BRI 391 2 ik & A8 0k & 0 2 H iR HCL
( aminoethoxyvinyl glycine HCI) Fll & W B 4E K &
2,4- "R A FH L R (2, 4-Dichlorophenoxyacetic
acid ) (7R 5 ) 2k BEL L R A% 092 SR A WS AR T i) SR 5
Wi 7% ( Yuan & Carbaugh, 2007) , /2 ( jasmonic
acid, JA) TEJDL RS I AL 4% B W 7% vh o & 4 4 1
Ueda et al(1996) 1 3% 7 H 4 B . 3 2 RE i £1 4
BT (10955 R S T K AR R P A L S 4 i
) Z 0 e BEL R . Kim (2014) 7E4U R IF &
B KRR 2R AL 5, i B 2 AN UK 1 ( coronatine
insensitive 1, coil ) FEHURI IT AL B WLV LR

B TAA FIJA Z Ah, HoAth ¥R A mT RE 52 mel i
7% , ABA KA IR AL AE I Y 6 28 5 T B AT Tz
R S, A6 a8 B RN 7 S A BV LT AR s e
( Patharkar & Walker, 2015, 2016) . X Jiii 7% #2 {2
HEEHIH ETH  GAs & 7E U g IT 41 il 43 25 )2 h 2

W25 % (Arnaud et al, 2010)
22 I MEEMRENEEEM

TER LR IETF R A 7 AL v 77 42 K
i N TERL (VRS ) ST AR — B YR B
I, V822 A R EAE XA B R g 4 e A TR AZ
vh, BE WG v 3E R, AZ A0 IR O AN MY 5 7R 75 B
P X ERARG I 3 i 45 P & 9 IE B ( Sundaresan et
al, 2015) ,{H AZ 40 B 50 pH 28 4k 18 J5 R AT K 3
o RICBR A — MRV - B AT RE 2 Wi Vs i
e AE: pH . T 7E B9 2 40 M N 8 22 g S ) o ]
W2, I AL B B, mRNA A RNA, 3 X
1Y) RNA S 0% fHE AR 1 BT sl , He b 21 28 R il
TR SR 2 T 2 i L (1) il 5 )2 T T 4 R O
BN — Ak 2 B d5 s i Vs, A KR B fE b AF
24 2R () T il R SR g g A [ AR R T e % . B2 A
B-1,4-%5 BB ( B-1, 4-glucanase ) 7% T 78 I 7% i)
BEWFEMER M Rk B, B AR
2 TP S o3 R I TR A A SR I SIS W) o o ik
RIBEHER TR, 25 5 Wit e &, — i r [ 2 R
{2 ZL B I R 8 ( polygalacturonase ) | #] 2 M ¥ ( glu-
canase) | NS 5B XL, EATH & 5107 K& 40 it
BEF R RIE AT 4 R, N B 7% . 3 4h, RNA
Fite \DNA Tt | 25 110 P | B PR T T | IR e 2 g A it
AU il 45 3 S il 2 IO 7% 1Y) 3 D TR AT R A i
HE R XA 2 B, i B DA 1 R Ak, 7E i v
b AR BT O T R AV A T R N R e e
il 3§ AIP ( 2-aminoindan-2-phosphonic acid) , & X 7K
TN T fitp AT M AR, R ST 7 R AT

JIbE s o i e S S R A DG B 1 Y 1,
EREREILT Bl 95K FE H expansin , patho-
genesis # 5% & H . metallothioneins , WRKY £& 4§
(Meir et al, 2010;25H;, 2014) . {HS—H 2, 7F
PCD( programmed cell death) R CEEEH LX EH
S&— T2/S-like ribonuclease 1% ¥ 1% 1 B , Bar-Dror
et al (2011) 7EF A X AP LX 3 F 7R S X
SePERIR 7 3 il s ARG Al i AN X R R B, X R
A AR AR A e AR R T8 1 G B TE AU B T S
PCD AACAZ NS BEN1 RER B X SRk, Rl e
(2, AR IT 5 X BFN1 Ji5 2t 76 2 8 i oAt 21
At B RS ERIR (Lers et al, 2006) .
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3 BEERNEMAFAE

3.1 fREEEE MR

AL GE st 4% 2 f B R, AR ) A R B 540 i
BEPRAH Y A e 58 748wl 5 78 I v R A0 R
X LU SRRV A S REFR B AR N i 5 A8 BE I A% &5 35t
o2z Z SR B R TE AL DL 0, 3 il B8 J2 8 il 3 A
(joiniless . J2 \LS) ST A J R R A RAR Al
S —AI B ER 53 8 R R 4 2 i i b e
939 bp B LB , i AT B DX b AZ B0 B
X By R AR K jointless W) 3 R Sk 46 #8 TG 1k B 7%
(Roldan et al, 2017) ; i 1,4-B-%5 R B (cel2)
J SCATV ) ke DR AR R v, 2R S DX R I 2 B
W, AR, Yang et al(2005) dt— 50 £ | &
i DS 12 Je o (A I 45 22 R A 1 2 kR A5 )
T XM . Schumacher et al(1999) 7E & it
LS SRR R AL TCAE IR I G 2B A IX
KEHN LS RAFE, 5 %M LS H N R IR 4 21
FAITHE AtLAS , Ho i bR AR las RN IESRE
JIR Y45 FE R (Greb et al, 2003 ) , 7 18h Fg 7 W % 78 44
bop1 il bop2 1, iy T 85 X To 12 1E 8 B B il i A€ %
B VR R K X ik — 25 B Bopl I Bop2 JE A
5EERKEAH K, Wang et al (2006 ) i o e [ &5l
Wi 5250 E B, KNAT/BP VA S5 I A6 3 B 88 IX R
Ho TE bp A JEA B B XA DR A 2 |
e B PRI Y5 o 299K, IR AN 2 BT A 38 i 7% 3R
TRUHR 238 5k ] 45 B X R R T S B TR AU R T 32
TR HAESA (& & se @R E P91 ) S SC il e
BEPIRE R b, AE AR A =50 10 7% A IR 5 7 ™ H 0 e Ak
IRR R A AL AR S 7% . Stenvik et al (2008 ) iiE
W1, IDA JIr 7 HE 1) 22 IR IE 238 1k HAESA 8 4% $
TrAERS B BT L R, Ak IDA 32 1R FE TR ( HAESA,
HAE) A5z SNIR 0 B 20 B bR HAE H1 HAE 7]
U5 ( HAESA-LIKE 2, HSL2) 5825 & | 40l 5 %
ean B Wi 7% 8% W 3 M€ IR ( Patharkar & Walker,
2016) , FIH T-DNA i A H AR A 09 #0055 57 4 K
Z i B K F 2 (Auxin Response Factor2, arf2) 7%
A, T R S 410 ) 20T e R R S T SIS ) T e g —
AP IER B DCAN IR 73 fe EAE A B (R

KB AR E B AE R (R BERH R V% . A7 R
FE arfl BEMETR arf2 SRR T R, 0T I arf1 il
arf2 HAHR TUANDIRE , BESH B4R V% | $ /e o7
AR Z [ AFAEAH AR, 40 ARF1 NPH4/ARFT
ARF19 (A28 BERE SR arf2 28 78 1A 1 7 3R i 7% 2 !
( Okushima et al, 2005), &K (2015) &
SLARF2-RNAi fEARAE 4% B Wiy 2EIR | {75 B 2 i id
B IGSAR SRR T EMS 3572515 3] 1 295 524K
ZEARK etrl IR WFIY ein2 ein3 .ers2 FE AR R AL £%
ERVEAER | Y 22K ETR1 5480 26155
DTG5 WOE T IR EIN2 ) 2E 100 800 ¥ 5 1
EIN3 P84 T Ui B RS LA 55531, A
N A NE AR i B MR B 7%

P&, L IF ( ACTIN-RELATED PROTEINS,
ARP)%ﬁ%ETE%%EHﬁ?%*@?%%@VEﬁHO Kandasamy
et al(2005) Al FH RNAi SC56 7= A= 1) ARPT i bR i 5
R R L E B E I B AR, HH X & & M
g = H RN 5 B AR B OREE— B, R ARPT
A B ST T O d AR, 5 H R B
75 ¥ 5 N 3B AGL1S, HAESA . ARP4, IDA .
HAESA HSL2 ( HAESA-LIKE?2) D) J: MAPK 243155
AR AE F, 45 T 400 B I A6 2% B i 9 ok 2,
HAESA F#{37 T- H MAPK4/5 MITOGEN J 1k (1) &
FI R ( MAPK ) 22556 it MAPK3/6 MAPK 2% 55 (1) 46
AERRRILIE A, AR B MAPK4/S 19 2% 35 U g
BRI hae/hsl2 WL TE R AL, R W] HAESA T
9 (MITOGEN-ACTIVATED PROTEIN KINASE KI-
NASE4, MAPK4)/MAPKS # % ( MITOGEN-ACTI-
VATED PROTEIN KINASE6, MAPK6)/MAPK3 LI
MR T AL SR B R I o R, AT RS W A
il MAPK =3B 7E i 7% i A2 HoRAE T, AT A
HAE ZARE AW 5 MAPK 9% Bk 2 8] & 75 17 76 Hofth
tiE]{4 . Patharkar & Walker(2015) & 1, MAPK4/5
HI R bR 30 HAE B IE 5 FB AR5 20% , KON FEAESR
Ji5t 5 X0 9% B BT , HAE W0k M & MAPK 2B 1
W e L o Ik B MADS 45 W) B St W T
AGAMOUS-LIKE 15 (AGL15 ) 7] BHLIKT i 7% | (H AN 23k
M AZ R, X FW AGLLS 2% i 45 I 1
(Fernandez et al,2000) , 4L, — B %5 S1% 5
IS , MAPK e fif 22 24 /R 231 F1 257 L1y
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AGL15 Wil Ak, JEH ) HAE 35, — B & M0
HAE BT st 58 ) T — A~ IE st [l i, 1E n)
JR 25 1 MAPK 25156 = 1o 4B i 35 i K TR IR 15
S B X R T AEAE AN B I YE L AR R HAE
FORRYIEIN, A AGLLS L8 7 1 2B
e HE AN RME— SR . 10 agll5 /
agl18 WUGEAS At v . B A 0 R B AGL1S (W4
R AGL18 TE AGL15 " % #5343 TU A4 B9 /E H
(Patharkar & Walker,2016) ,

1EH WY 75 22 ADP-AZ ML AL B 7 GTP i
L 1 ( NEV, NEVERSHED) , NEV (15575 i 28 25
IR A 5 4 0 sz 3R 2R S R I 45 T L new 56
AR ACRE 55 [X 4 I AR AR X T RE SR A HAE A
MR AL B I SR = NS TR B Rk 3
PR 1 28 A8 W LR 43 WK A2 38 900 3 B N new 2878 1R
AL 7% . 31X = ANl Bh 3k R A9 5 — 4~ & EVR
( EVERSHED) ,{LFR R l57] (SOBIR1, BIR11) (¥
ZARFERR I ( Leslie et al, 2009) . BAK1 #HH.
VESZ RIS 1 TP Y2848 (BIRT) Wil L EVR /
SOBIR1 H (4 15 2 722 411 1 g Ji A 1 25, SERK1 T
AR B 5€ A8 A H ] nev E AU (Lewis et al,
2010) o MATFHILEI M B R A, i) 5848 HAE )
L[] 2 AR AT LK A nev 58 728 A Y I 9% 3 A8 4
ZH AR serk1/ serk2 / bakl SEPR b EA BT
Ao 75 Bl 2 A ( Meng et al, 2016) , )5, —
Tolt A2 A28 40 Jf0 5 84 ( CST, CAST AWAY) b i 4k
RAEGE AW W] LA nev S8 AE KA T, CST 1E
PURE IF 0 R R A iR 5 HAE 0 EVR M EAEHT
EVR SERK1 Fl CST B — 2 5L ABREIR B nev 587
PRI 7% | {H 3 SE AR 4 1 Be 2 AZ IR S22 B 4 Ak
(), BB 2 5 B vk 0 o BL ) R 2e SL I AZ RN
LA R AE . HAE [ T 8% % 1 558 40, i
REAGH I PN T ) 1) 8 1 S, PN IO A G R A R 4
(ERAD) #fi f£ HAE JC 5t [ ( Baer et al, 2016),
ERAD R G047 Gk B B, 7= A2 38 43 DI e 2 1 1Y HAE
SN PR T A B A B 5 S VR A5
32 MR EHEENE

BRAR 35 A% 2 (BPIE N2 T 0 4 F AR W02 ) 7R TR
TE R AT 5T I, S gl 22 R, 2
TR RS, I R AL E 2%, A

2 TR Py B PR B B DR P i i B B MR . Porter
(1959) FIF CimarronxWichita %fi, HEW N VR
R 22 FE DR i Btk FE PR il . 7E Blackhull x
Wichita FEAR H | F87 R R 0T 25 R 92 ], A Al ) 8 7%
FHEEHEA L, B P2 kT h R o A1
SRR L AN M 2 BORORE Tt R E  BR
PESEN LA ¢ 59523k & ( Sormachev et al, 2015)
A, 58 S A2 (Fagopyrum esculentum ) V% ki 2/
SEWIRF UL BRI, 5 ok R B 3 5k i 1
Pl B b AT R Pk M S PR R R e R0 SR
7% KL ( Wang et al, 2005), #ifFF HOMO K £ HE[R]
KA FRA H 5H A —A IR SE K She 2
BB (Pan & Chen, 2010) . 767 Fhag kb
R FEEARTERLL) H AE ] A A R Z A 4 58 0]
R VEORL Y 2 B S AR I 78 2 DA T M AR
BED P & R vE R AL . B IE AR (2012) KT
FLPELEEE B 21-1 A1 Lorena-3 1E X AC ) 2 4> F,#E (K
AR 9 7 By B AL ORLYE D 2 X Wt E
A0 PR 352 15 15 2 219 RS 9 v R 1 1 M v
KLy T KL Z 18] IF 2 b s A1 24 2 Bk
R P B 8 A A 5 B TR Y 8 A 4 T I
A ERCEE | WA SR R ) PRV R 2 B b Ay
AN [F] Vg i B ) R 36 R A i MR s A

4 OEHERNAT S

4.1 TAA 70 ETH A=K 5 FHLH

TAA T2 253 b I 458 35 PR 1) 3R 3K T 5% Wl V% A6 7%
J R TAA {5 1) ARF 8 AT IR D068, ARF 25
H—f& 1 DBD ( DNA-binding domain) . MR ( middle
Region) ,CTD ( c-teminaldomain ) ZH 1%, H* 8] [X 35 77
TEMH - (IR 22 Z R IR 2R ) FIs +F (&
R e R ) , BT RE TS s A R 2R R 4R
P S BB 45 A 3 DBD 5 AuxRE (aux in re-
sponse element) TG4 1Y TGTCTC J¥ 5 52 45 &, 14
2 IAA ARV (Wu et al, 2011) , Gray & Estell
(2000) BF5E K BH , 3% Fh 240 BE TAA 55 & 22 Ak 1T A7
e 5 M H A AR, ARF S A 454380 N . C
W KUY DNA 45450, B DBD X8 7] 5 Aux/IAA
5B 8 Aux/TAA-ARF , ARFs (35 PERI H 5 TAA
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444 8—1 Step 1
L = >
L R AN 2 2 AZERRA L

AZ cell differentiation

R EHILHAE
Undifferentiated cells

Note:

s :}ﬁiﬂéﬂéﬂéﬁﬂ’ﬂ; . ERE, %ﬁ#‘%émﬂ’ﬂo

Peripheral tissue cell; . Detachment cell; % Protective layer cell.

B4 Step 2

S
rd

HURBERES

Receive shedding signals

o

o

sim | °F
= 5 w
s " &

2N Step 4

A

FRARIF R
Establishment of a
protective layer

Y Y Y Y
YRR

K1 fEY e B v AR (8 R e B . B8R84, 2017;Li & Olsen, 2016)
Fig. 1 Plant cell shedding patterns of organs (Picture adapted from; Wang Ji’en et al, 2017; Li & Olsen, 2016)

G E I TAA 454 TIRL {2 #E Aux/IAA 92 %
b, Aux/TAA-ARF BK i 80E ARFs, fe i K&K
POV HE N5 . Meir et al (2010 ) 38 i 7 /i 46 7 25
JZma AR K R S T R B Aux/TAA Ry
R Hk PR 3 35 B A6 2 1 6 95 T T B 4L T AR K
KR K 7 3L K ARF1 ARF2 . ARF7 ARF19 # ¥
KBNS E BRI, DL RS E 2 E il
il ARF 22N 2 52 s, Higd A K Z M
JE MLV ANARF ma R AR R HET R A R R
R, T Gao et al (2016 ) i i & K 0 2R $2 A IE
W], RRIAA16 HE R A 4UL R I axk 3R 35 Xof 408 33 4k 2 it v
AEEEH, L EEILH T GEE S ARFs B AER 4T
BEREEREH,

5 TAA MR ETH AL AL DL i 28 3%
PEHERE VR | 38 B4 0 B IX rfoK i B 285 S A L AF
4k £ R K B, Parra-Lobato & Gomez-Jimenez

(2011) FEVFZ AN I b (LRI I 3 0 ) Rl B
(M A FEZR R 5248 ) h  ETH & i %5
Wi fEgs B B V%, el B 2 I R, LR RES S
BEEBAL RNA AR 100 G 5, 2 B B0 74 1) AH G gk
ETH J2 N 3 A ( pathogenesis related proteins ,
PR) Fik . MY H WL B AH SR PR ikl
A 25 89355 50 I8 ( Tucker et al, 2002) . HiT,
Chen et al(2011) & BUFE L H¥s T 848 MADS %%
£ T (FOREVER YOUNG FLOWER, FYF) {1t
Fik AR EBLIE LR

FEE R U R, B X SR Z s (55, Ja
TR, X TR ETH 5 TAA #5350 7555 — B
BEA) 25 B B9 X % TAA UK X ETH S 85U
M1 565 9 B 5 IX A4 A 8 A% Wil 13 ETH 17 X TAA AN
SRR ,2013) o {HZ TAA 005 8 76 2 A T
fiEwl ETH 05600, B X rf 1AA ] B Bl bRl -
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38 &

S1S1X9 | 4sb
LR L HSD
+

XONY Urim 10BI93U|
EXONY

+ ( SHA T SHAT1EEX &Rk
LS/‘/4 and SHAT1 expressed in the AZ

WRKY 60 ]

OsSH 1

O0sCPLA

]
]
]

O0sGRF 4

P2 KRR R A ) R Ok DR 9 92 1) 2%

Fig. 2 Rice threshing related gene regulatory network

LM 32 (ETR/ZERST) |, DA I 24 A2 400 240 3T 2 0
MR . Meir et al (2010) BF5E R B . &0 32 1
ETR/ERSI Al G848 TAA V8 42 1 15 5 25 DX 440 Jfd 3 F
Xf CAGAR T 7 AR
4.2 LMEZERFENS T

TR WGP B-HI A ME T ( BG) TEAL R i v%
AR SCHEA/E . Lashbrook et al (1994 ) M %34
iR 5L cDNA SCHE o B 2 D2k N YI-1,4-B-
R (EGase ) FIFEE A ( TomCell , TomCel2) , Wi
FR 2 5 7= 4 TR VRV R s 50% ., IR Ak, A8 K G B V& IX
FFIENE TomCell £ 68% I IR R: , #2%L ( Persea
americana ) H 3 1 R 3K B AvoCell T H 5 TomCel2
A ST%RIRITEME, T 2 R EE R, A
TomCell Fl TomCel2 I 7F [F] — A 1) 25 21 v ¢ A5 Pl
|, AHEATHEAR FRAL R B B AFTE 22 5, Wi 7% X
s, B AE By % ( TomCell mRNA) | B 24 5 52
(TomCel2 mRNAL) , AN, BRFHZR S (2007 ) 38 i AF
5% EGases TEAHM AN A4 & & HAAE T, % B2 A1
B~ MHRE) TomCel2 FPRTE T i FLAR 1 X A K it

F3K, 2 40 M 43 B I, TomCel2 K& PR 3E 51 1% 2 /K
fi, FLSEVE . A7 BRI TomCel2 FeHFih 1 B y%
bl Z [ . Campillo & Bennett( 1996) MZ i 43
BRE] 6 NEFYERTGIEH TP Y Cell  CelS | Cel6 TEBE
it AR I 2 SRR (R R R A TR, AT
UL, £ Y AR PR 8 O i S 28 B s 2 — 1R
ZiEUY

SR Il v 1 22 2R FUBE B8 2 5 ( polygalacturo-
nase, PG) Fll 2% B B Jig ¥ ( pectin methylesterase ,
PME) X AL R E R AR/, BHET, C
ARENZ R VIR (PG) B HTEAH Y &
BRI 9% 0 AR b ik B, &R TAPG1-TAPG6
( Hadfield & Bennett, 1998 ). jifl 3 CAW471
( Whitelaw et al, 2002) ,RDPG #1 Kk & SDPG ( i
> 2013) RS ADPG1 F1 ADPG2( Ogawa et al
2009) .7 ¥ LePG1 (Peng et al, 2013) , X S0 3 K 4
St NI 2 R L LML G (PGs) , JFEAL RS H
BE RN 2 R R ik, ADPG1 Fl ADPG2 fit it
Mg i, HOR R IETF M b T 3 W, A H &4
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FER RS2 FEA TR LAY B (Ogawa et al,
2009) , HEAN, F R A TR 4 0 M RE R 4
Z [A]( Micheli, 2001) , 5KFi% (2012) £ IF 4L
Wrh & — A dm 65 R R R R 3 A
Atdg022330 7E 1€ #% B B B 2 b kK, £ A
At4g022330 AT ES 5 T SR B AN 52 w420 g I 4k
M5 . B, Kumpf et al (2013 ) 18 12 i AR 5
A BT R IR IDA F HAE 8 55 8 5 5 e v PGs 1%
P, TR A P AR B X0 & B, S 3L R R 2
3EF W L IDA-HAE/HSL2 {755 V15 200 fif B 7 44 3L A
Vi) 22 9] 9 5 DX AH BRI
4.3 EREREREM

FEYTERL () BEIEM 5 T DL B AH OG5 A
e SRR A DA HEEE L, P2
GE 5 BE T 35t A% B A B HG 3% B R, o ol VR )
QTL HEAT T & 7, Ho b, K R ¥ B AN K 57 400 F I
AN QTL TR % | i 2R 57 42 @ A8 W) ¥ R 1k
AT EZ
4.3.1 RAG  KREERAER G QTL 5 2 i T
B 1.3.4.5.6.7 J+alk b5 10 Je ek Bk
YoEm E, AT 1 YR E AN SHT
qSH1 (sh(t) (AR3CH, 2008; Konishi et al, 2006;
KFHE, 2014) ;00 T4 4 Je ik L3N SHA
T 6 Ye ik by 3 N shar, SH6 (1) (R T#8,
2014; KFENE S, 2016) ;0 T4 7 Yo fA b Ay 5k
OsCPL1 ( Oryza sativa CTD phosphatase likel ) ( Ji
et al, 2010) , /45 3% S8 5L 5 9 RL IR AH DGk
SR, 25 A & 45 AE L N HL3 &1 R[], OsCPLL
i CTD AYBE ARG X 3R, OsCPL1 K 7] fig 38 1 [
VB8 TR I 1 3% 7 T BEL DB 25 )22 1) 4 Ak, K e e T A
SEONARTERL, FEIKFEFERL A 2L A gSH1 3
0 e B B 2 OE B, B 5 T kL, RS Y A
TR qSH1 Wi m B 21k F, & H 1 4 SNP
(single nucleotide polymorphism ) ¥ il i i =X 4 FH
JUIE (5" B X 12 kb Bl 3E T B G) 28748
Sl T W E—A~ 9% 55 1 (replumless B EL A ] i HE
) 2235 I AR SE T ] gSH1 JE R IE 8 R ik
IR S YOI = | W e - T i U e
Y5 qSH1 AHALAY Myb3 % 55 [H 5[] Y 5E A SH4 , %
FEHEPE 1AM R TR 1A G Bk T

TR T, FEAE Myb3DNA 25550 1 A4 2 R 9k
KA E e, B2 RNBEIEH & &, i 7% ki &
RUERS (Li & Olsen, 2016) , Al 7K e 7 b e )
PRLEHE B UMERY . Zhou et al (2012) %& K. SHAT1
T2 I %35 % SHA T, SHAT1 X REZE +5
SH4 7E B 2 23K, SHA F SHAT1 T 71 ¢SH1 4k
¥ SHAT1 1 SHA 1e 25 E R AR5 R B )2
BT R, TN 2 B 7S Ji et al (2010) & 3R . 9% ki it
[N SH-H %t 7K §F ( carboxy-terminal domain, CTD)
phosphatase 288 H ( OsCPL1) , 287 J5 DI Re g 4 il
BRI, VE R R L7 B, Hiun et al(2014)
H1 Inoue et al(2015) FH . gSH3 M M 5 | WA 700
WAt gSH1 F1 SHA L IRV T, 74 B4 1 2 2 40 i
HTIRE, IE U0 SHS DAZAE qSH1 S B T A e 4
RN ET ., 8O, 52k 8 M ae1T i f#
SR Z BRI R P (2 4 1 B 2 R
4.3.2 M@ M ITH BOP1/2 ( BLADE ON
PETIOLE1/2) %% 1 nonexpressor of pathogenesis-
related genes 1 %% s Rl 1 4 il 46 4% B 25 XOE
W, HoA A — e B SN T AGLLS F1 AGL18 L5 1
LA E LTS | X WA % 55 TR 1 1 2 3R AR 0 4R 4K
o8 Bt 7% Fl 5 2% ( Adamezyk et al, 2007), fxil,
Cai & Lashbrook (2008 ) ] F 3 PR 65 F fifi 18 52 56 15
W At ZFP2( ZINK FINGER PROTEIN2) 1) it
TR AT DLRE IR AR 2% B BV, 485 e AR 1 B
BMEME,

HAR— P2 R T R T R 5 8 F
it ARG, W T MADS-box 3[R 45 i 51 32
B2 K F W SHP1/2( SHATTERPROOF1/2) Ml iE
WY R B FUL( FRUITFULL) 3R | X 56 5E PR A
HAERILFEBET RIEL T . Fernandez et al (2000)
P FUL S0 SHP 3k 3 - i 30l g JF R JE1IE #
RAMRAE, MEMOR T, 25 3040w T R 3%
)2 (separation layer) & & I FE K AN 1R F L, FUL
1 RPL L6 454 1T, 51 4h SH1 (SH2 ALC ( ALCA-
TRAZ) IND(INDEHISCENT) R 7E B35 )2 %3k,
XI5 88 28 BUAT 56, FUL X FARAT il 4
FH 1 RPL(REPLUMLESS ) W FR il SH1,/2 ¢/ e s
(replum) "3k, i, fE FUL, SHP ALC F1 IND
B 3 R IR FIL( FILAMENTOUS FLOWER) |



1242 o0 W 38 &
x1 EMPEEELERNBLER
Table 1  Some genes related to the flowering and deciduous in plants
) FERATR TR FEIIRE 275 30k
Plant Gene name  Gene type Major function Reference
KA SH4 Myb3 F % DNA 4543 H Hit% 1 -5 Myb3 [FIEIIAEAY R e s B 7, 95 82 Li & Olsen, 2016;
Oryza sativa Myb3 family DNA binding K& Yan et al, 2015
domain protein Encoding an unknown transcription factor with Myb3 homol-
ogous function, regulating the development
of the abscission layer
OsSH1 YABBY FGikskH T WA ERE LT Lin et al, 2012
YABBY family transcription factor Regulation of abscission layer development
SHS [ 58 57 L 4 A AT SR AN ML R Yoon et al, 2014
R T Regulating the formation and development of stratified cells
Homologous domain
transcription factor
Ogsh4 ~ Myb3 ZJi% DNA 4553 A it DNA 255 AT B2 R E Wang et al, 2014
Myb3 family Encoding DNA-binding domain proteins to regulate delami-
DNA binding domain protein nation development
Ogsh1 YABBY FKH: ¥ EFpFiE kA & Wang et al, 2014
YABBY family Related to seed drop
transcription factor
il A GhBOP1 ~ NPRI ZJi% S5 EREMMER HWHLA, 2015
Cossypium NPR1 family Participate in stratified differentiation regulation
hirsutum
BN ZmShl  YABBY ZJiif%% st 1 HEEREET Lin et al, 2012
Zea mays YABBY family Regulating the abscission layer development
transcription factor
sh1-1 YABBY ke s R+ WEBRERE Lin et al, 2012
YABBY family transcription factor ~ Regulating the abscission layer development
sh1-5.1  YABBY Zfs 3 H T WEEERE Lin et al, 2012
YABBY family transcription factor ~ Regulating the abscission layer development
[EES SbSh1  YABBY FJ& JAEE R BT Lin et al, 2012
Sorghum bicolor YABBY family Regulating seed shedding
SpWRKY — WRKY FJG#H; sk H + ey SR 2 Tang et al, 2013
WRKY family transcription factor ~ Regulating seed shedding
TS SHP1/2  MADS-box %5 HF MADS-box TSR DZ /- Ff 92 TF 44 Liljegren et al,
Arabidopsis thaliana transcription factor Adjusting fruit clip DZ differentiation and fruit crackingg 2009
i SIMBP21  MADS-box ¥4 3K MADS-box S5 EMBIRIE AL, PerE AEAES 240 E Nakano et al
Solanum transcription factor Participating in the formation of pedicels from the layers, deter- 2012 ’
esculentum mining the flower handle from the stratification
MC MADS-box %% HF MADS-box 5 jointless JTE .5 IR K, Z5A 475 CArG-box, W75 1E

transcription factor

MicroRNA1917 Unclear

TR X ok

With the jointless form of heterodimer, binding to the target se-

quence CArG-box, regulating pedicel division

PR E BRI

Adjusting the floral organ from the formation

Nakano et al,

2012

FHLF, 2017

TE WAV AETE R0 KB SHATTERING 535K Il MADS-box 3E[H . SHATTERING 3K ¥ i 47 46 T AR B VB KRS F 3 K
KA ) FAR A (AR T 55 v, SX AR PR R B2 D42 8 2 A I K T LA K B £ MADS-box B PRIFE R 5L PR 1 55 38 2R 8 kg 4 v
T IZAFAE X BE R 2 40 LA KRS % , B YABBY K% \Myb3 K% \BEL1 % \WRKY % (Htun et al, 2014) ,

Note: The genes affecting flower and fruit drop roughly are SHATTERING and MADS-box genes. SHATTERING genes are commonly found in
food crops (rice, sorghum, maize, etc. ) and model plants (Arabidopsis thaliana etc. ), and these genes mainly regulate the formation and de-

velopment of dendritic cells. The MADS-box genes widely exist in Arabidopsis and other pod plants, and these genes are mainly divided into sev-
eral large families which are the YABBY family, the Myb3 family, the BEL1 family and the WRKY family ( Htun et al, 2014).
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YAB3( YABBY3) . JAG ( JAGGED ) 5] fig #F & 411 i)
Feik, ML FIL YAB3 Fl JAG X W RPL J:H [
BRI AS (ASYMMETIRC LEAVES) TE A [R5 o
AR K SF- 28 35 X6 R 38 kB VR AL AR AN T
FESRIE it R IR BE I KNAT1/BP 3 K 89 /6
T AR B H I K - 3R 3k, X KNAT1/BP  RPL #: 1A
{4410 il A, B 2 B A%, KNAT1/BP . RPL th R AE A, 2
BRI U Y A=

433 k& KEURNFEHIHERIFAAL,H QTL
REZAM, KR GZEM QTL EBEE Kk, HE
2014 4, Suzuki et al(2010) .Dong et al(2014) F1 Fu-
natsuki (2014) CHE T RIETF I Pdhl F15 4
BB AL SHAT1-5, I 1 s, S P 90E
T 16 et fi A RIEFFRIEH N Pdh1, R IE T 40
ZASE TN 5 2452 5 A P 416937 O EE 4] H 28 R B
& LR Phdl (Gml6 g25580) fii T 47 kb HEPH4H X
1(29,621-29,668 kb) 1 _L-1iF 20 kb &b, J& i B R 5
PAFEMFED, B T HRITIR R AL (A/T) T304k
AL 205 04 Hh B, 2 T 90 SR T A R/
Pdh1 B G [RIJEEE 1, AR & AR B3R (1 SR JERE
DA JEERE 20 2 e vy B 3R A, T AU IR Phdl fiETA
TR E G MR I IR, AF, Yamada et al
(2009) AP HEPL 2L 3 5 R Harosoy X ) 24 JE i &
Toyomu-sume F, Fll Kariyutaka x Wasekogane F, >
TR ATRL R OC QTL /& 57 T gPDH1 KT
fif R T PRSI A AL 5UA BT AR A {H QTL
WEN T qPDH1 I, ;=X B 25 3 55 A7 v] g2
SEA R I, AR = SRR i gk, 2
JEHIHEPRIRF B B PR IR , 381 QTL 7E ¢PDH1
AL, Dong et al (2014 ) 38 :F b 452 B A= U RN A% 55 5K
)Y A% IR it AR 22 MR M, b A A
6Gm04g39210 Fl Gm16 g02200 7 Y4k Fe i % 1 2
ZAEMERRAI, T EL R 0 5 7 7 i 6 PR A
BAEAE R Gm16g02200 5 K &7 IR S /Y QTL
HE, B MY RS R, AR
SHATTERING1-5( SHAT1-5) ) Gm16g02200 21 B
¥ AINST1/2 W E R R EFE , it NAC 259 355
SR (1), FEPR BRI B AN AT 1 SE 56
UESZ . SHAT1-5 3 3ot 34 i LA £ 45 E 41 Y ( Fiber Cap
Cells, FCC) 111 [ B & 35 o 2 il 55 K 7 b i bt

ZEFA . SHAT1-5 F1 Pdh1 F: R85 VR4 & F e
PR A= 2 L BE 1 JEE AT Y% B ME ( Dong et al ,2014)
4.3.4 F & EEREFEEZEMEYT, ENG(2012)
W SSR 51 W kB FH T 5% 58 A% 1] 135 1) ) e R e ot
PEPRFNAR MR (v ke ) BIF 9T Al s AL 1R
FeW . Y5 B L K Shel A1 She2 43 B 5 R0 S1182-
1160 1 S1182-1048 %5 %51, Shel 1 She2 51 F 14
FE DI RE ANV A8 LAt 7 R I R b ok i % B, T LA
ULFFAZ I A 4 95 r M B AFF 55 AR X [ =, 7 Bk —
157,
4.4 PEERERNBSER

FEZB Y, &k OB B — > 8 4 R 45 T
FAVER XA P AR & W B AR AE7E Bl &
FEAME 0 36, & B SE (2015) & BB Hb AR
GhBOP1 B P MR I+ b BOP K& AR BE 4%
15 s GhBOP1 TE fili b Al AL BB AL # 2 3k | J2 38 4 4% ]
MRS R X B A0 A o AR SE IR, BOPL/2 J&
UIRETUAYFE A, 2 i s F2 AR G 3L R AR Rk [+
B S R AF TR T K 2 80 W A 58 4% B 0 2
EHREEZEE W B, LREANFMHY 2
DRI IE 5 (£ 1), B (BOP1/2)
1 ( GRBOP1) FI M & ( NtBOP2) , )R 4§ BOP1/2 Jit
PR LL A h 0 AR K2 B R E (MAR)
AT S () BB RSz B (Jost et
al,2016) ,
4.5 BERZERERASWN

Bl 2000 A1 455 2AH 4 0 e v 3k PR 20 )7 5
B, 7 L rd ST ( Ogawa et al, 2009) 7K #F (Li &
Olsen, 2016) . K ( Tucker et al, 2002 ) %54 ¥y #F
BT 5 B 2 A DG FE R 3 43 BT, A S
[K ) %) 4B 7] 7E NCBI Genebank H1#: 3|, Jr4F 3k , A
RENBRTFEELT BT FIAR A U %
SE I E oA, A BT 24 28 AR A8 3 R ¥ 31
AR5 A6 B )2 T8 A G (2255 %, 2015; I
&, 2017) . RNA-seq MR 81z 1 HoAlh
T, QR R R S B B BORAW 5 2 4 MAD-
box. AP2/ERF il Aux/IAA % F K + F iH,
Homeobox | Zinc finger bZIP . WRKY AN T
W TR B R AR B B, B2 SR MYB sk R T
VA T DA IS 2 H S AR TR R g
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Gao et al (2016) Jety # H =1L = 4> BF ] GM1 |
GM3 \GM5 BYAEIE B3 2 FR AL 1) cDNA SCPE | J5ia
Hlumina M5B AR ST T, EA4 HAH L 1) e s A
B R LR X A0 B ) BB A AT R R 3R AR A
B IF e S A2 57 1415 1B 95 AH 5 9 76 SR A 11 i) iy
JT& B FE R RRIAALG , AN A FE B )2 % ik, HAE
A2 FLA R A7 An A6 e AL FE e R | 58 A5 0 AR Bl
R3] | H 7 2 R M v Rk A TE B R
RENMBEZRMBEREIER S, B§Z2HNEE
KT, L LAUEI RhIAATG FEH 5882 5 shAl o6

5 RZ

B RTEACTE R 5T £ 2R 4 p e B U )
PRI R EAE W KR /N & B (Meir et al,
2010; Lin et al, 2012) , B7ZEC ¥ & 3 HAb/E Y
DU PR AN 57 22 75 L ( Chen et al, 1998) AR 4K
Mi#s (CHERSE, 2016) (K G A I 2 (Funatsuki et
al, 2014) ZF PR AL = AL, AE X SEPEY 22 i
FRRIF 5 5 B 4 v 7 8 28 R i ARV AE VR SR 0 A
BRI 06 B R B RN TE K VE S 1 43 T L A
FEMXTEEZ X T A A B B VA LR A E 81 4
FUFHN AL 5 O RIEATE R, 38 L e s N | V%
RAHSCIHE B K RIBHAE P HE S 8 S
FIZE R 55 J7 T, ) B R A G 56 R A AR S A
HE5EZEIESGE BN R, W FAnic i g
Fofr, kg o AR % A i) A0 T A 9 ) S TR 0 AR A 5
PEARE . NIEH BAIEA A B R AEAE ) 75 16 V%
RaFHEWSWE F AR, BTl Y% Ak
T 0 5 FHE W 2 i 58— 7 TR TR AL AT A
FE AR, S5 — 5 1R R LA AR AR A 7
Jof FASCHE T LAY BTk
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