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The Role of 1-aminocyclopropane-1-carboxylate Synthase Genes in Apple
Fruit Ripening

LI Tong, ZHANG Zhi-hong, and WANG Ai-de’
(College of Horticulture, Shenyang Agricultural University, Shenyang 110866, China)

Abstract: The postharvest economic quality of mature apple (Malus x domestica Borkh.) is
determined by the fruit shelf-life, which is associated with the fruit softening rate at room temperature.
Ethylene is the factor that has been most studied in relation to the regulation of fruit softening. ACS

(1-aminocyclopropane-1-carboxylate synthase) is one of the key enzymes in ethylene biosynthesis and
pathway. Twenty ACS genes have been found by retrieving apple genome, two of which, MdACSI and
MdACS3, have been studied extensively due to their specific expression in fruit tissue. Recent
characterization of these genes has provided insight into the molecular basis of ACS gene involvement in
fruit ripening. This paper reviews the advances in our understanding of the role of ACS gene in apple fruit
ripening and a model by which ACS regulating fruit ripening and ethylene production is proposed. In
addition, we prospectively overview promising research avenues that could lead to further clarification of
the regulatory events involved in ripening.
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SR (Malus % domestica Borkh.) st F¢ FARES AN S i KK R Z — o ASFSER A
VB SHAN ], SRS s K A L YoE A BE B (Johnston et al., 2002; Costa et al., 2005).
WA WA G T Sy A A EHET 0 R A2 3 A M ) EE R, T 39 SR SR S e A ol
UGS, Al e B A LIRS IC N 2, o AT 98 U ) A T 17

S RIS G R 52 25 Bl N AR BRI R 5, AR RE DR, U I DL R B RO IR A%
(Vahala et al., 1998; Vogel et al., 1998; Adams-Phillips et al., 2004; Giovannoni, 2004; Yoshida et
al., 2006; Wangetal., 2009a). XT3 SLAFNPIR BRAR A BLSIOR U, LM 2 1 SR S i) 3 280
(Lelievre et al., 1997; Giovannoni, 2004). 5T, LMHelS A 2 F S 1) AT E Pk R] 56 oA
Ja A RE, AEAN PR AR, TS BOERSEH ML (Chaves & de Mello-Farias, 2006) .

A ALK, BFEZON S BOSRRA T SRN ST (Liang et al., 1992, 1995; Lincoln
etal., 1993; Seymouretal., 1993; Abeletal., 1995; Capitanietal., 2002). &S LN HEE
RIAAE ACC (1 - ZFEIRALE - 1 - R, H SAM (S - IRTFFBZER) 78 ACS (ACC i) )
HEWAER T &, ACC 1E ACO (ACC ALl MfEH M A & (Yang & Hoffman, 1984;
Gussman et al., 1993; Rodrigues-pousada et al., 1993; Gorny & Kader, 1997; Tsuchisaka & Theologis,
2004). ACC [# BUR O gttt i RO B . BRIE, ACC A il (ACS) XA R o6
A (Kende, 1993).

ZAii (Solanum lycopersicum) 1EN—Fr Sk B FIBAEYISRAT T 298 AEF L4l
CHES 9 1~ ACS FE[KH: LeACSIA LeACSIB LeACS2 ~ LeACSS (Lin et al., 2009), HH1 LeACSIA.
LeACS2. LeACS4 F1 LeACS6 e i 5 52 v AN [ 1) 5 sURE SR A (Nakatsuka et al., 1998; Barry
etal., 2000), 1ff HANR ACS FEXS 1-MCP (1 - FREEIA PG A ZJ ¥ 5 X AR (Nakatsuka
ctal, 1998). 7EMUAR ST 1-MCP #liti] LeACS2 Fl LeACS4 111335 LeACSIA F LeACS3 [M3IL B
TR AR E MR S i A ol 1, LRIA A 1-MCP AR BRI 5E0 ;. LeACS6 F AT AR B 5K
HRIE, (H2 1-MCP A4 P HARIR . LX) LeACS1A MFRIEWA W : LeACS6 WIZRIENIH £
KA. XL N], ACS e PR IR R AR R SRS () £ 0 o ORI B R A A i 2 ) TR A T

VEZ AL IRATWETUI) SR b £ 3 IR S Al OC ACS R RSBt 7T Jig, S ACS DA
LI ARG R T e R v P E L, IR R T S A R 7 1)

1 3PS ACS R

FEIER A, CIRIES 4 4 ACS LK K K: MJACS1 (U89156). MAACS3 (U73816). MAACS4
(Kim et al., 1992) F1 MdACS5 (AB034992) (Rosenfield et al., 1996; Sunako etal., 1999, 2000).
Dong 251991 ) M A 135 B b 73 B8 Hi sk — Bt cDNA, 87 & ACS FE A 1) cDNA F B, B 5 Lay-Yee
Al Knighton (1995) #R1& T MdACSI If] cDNA 2K 741 (L31347). MdACS3 [f) cDNA (U73816)
1 i1 Rosenfield %5 (1996) 7& GenBank | % 5% . Kim 45 (1992) /3 %5 T MdACS4 . Sunako %5 (2000)
RIE T MdACS-5A (AB034992) Fl1 MdACS-5B (AB034993) 174,

FRHE Yoshida &5 (2005) [¥14iE, 4 ACS & F AT LUIZ FEIL 370 (2 L1817 41 4 4 3 Ry (&
Do KA T ACS NG —NEH LM FEN) ‘RLSE” o, ZEAWE (CDPK) BEFR 1k T i
(1, AN —MKE C KR s, XANREAS 3 MR MLRIREIE, & MPK6 B 1k 1 #AL
M RIITACS KM, 75 ‘RLSF’ JufFZfia—A ‘WVF’ Joff; 288 T ACS HEPRG D iR ib
oo, EAT ‘RLSE’ Al “WVE™ Joft, H C Kb 24 ~ 47 M IR . 545, ETO1 (ethylene-
overproducerl) & LA I AT, ‘el TOE #4725 (Target of ETO1) 541K AMHI2E A
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ITACS B ik, B & b g fe it ACS F%f# (Chae etal. 2003).

TE3 R, MAACS1 (AAB68617) C %ii 2 FEMR 7 HI7E ‘RLSF’ JTfFarfa—14 ‘WVS’™ Joff,
BARATE ‘WVF’, (HJETHRAI; MAACS3 $/b C A7 IRl ‘RLSF” Joff, HAHA 11 ACS
() L7 HF 5 (Wang et al., 2009b). MJACS4 fil MAACS5 Hf5 ‘RLSF’ Jofhim&fa ‘WVFE' Joff,
JE TR T (Sunako etal., 2000), fE3HH, EEA 5B ETO1 LI FEIVEILR, A U%EM 5T ETO1
KRS RER 5 ACS R Z M HAER R .

16 HRT2> B AF IR ACS ZEH T, A5 MdACSI M1 MdACS3a 5 B Sz EH & HE K R

LeACS1A ISYFVLQPKGLNNIAAIKKQCSRREKLQI . . vvveennnns SLSF..RRLDHEFMNSPAHSPMNSPLVRT
LeACS1B IRNFVLOTKGLNNIAAIKKQCSRSKLOIL . . vvvenennnns SLSF..RRLDDFNSPAHSPMNSPLVRT. .
LeACS2 IRRFVGVEKSGDKSSSMEKKQQWEKEKNNL. . v s e veennns RLSF . . SKRMYDESVLSPLSSPIPPSPLV | !
LeACS6 IRHFVYLQPNKGVEVATKKQYCRTRSKLEL . . c v e v e eun SLSF..RRLDDFMNSPHSPMSSPMVQARN |
LeACS3 IKDFVESTAPNATNHONQQQSNANSKKKSFSK...... WVFRLSF . .NDRORER . .cu.ncacacanana y
LeACS7 LKAFVDSRVNNKDDIQNQQQCSNKKKSFSK. . . ... WVFRLSF..NERQRER. .....cvvvnnnnn

LeACS8 IKSFVDSSDVIGINVDQSNQTNONTSTSPKKKLFAK. .WGFRLSF..NDRER. . ... .cvvevnennnns
MdACS1 LKAFVG.EYYNVPEVNGGSQSSHLSHSRRQSLTK. .. .WVSRLSF..DDRXPIPGR. ... ... ccuunns

LeACS4d IRMFMDAYNNVNENGVMENEHNGRGTTYDLTPOMGS . . oo s v e an s TMEMLLA. .. vcrnennnnnnns S
LeACSS INNFVNSDRDIHRQQPLREFVTGAGSRRRRTIAN. s e v e vesnanane WVVKFSSGDGRRDR. .. v v avn 11|
MdJACS3a ITHNFMEKRERAC. cccasannanusncssasanansanasssssnaseaanansnasnsnsasasaannsand

1 ER5FM ACS HEESEE C RIRFTI LT

Fig. 1 Alignment of C-terminal sequence of ACS genes in apple and tomato

2 MAACS JE:[R 53 5L s il s o &

MdAACS1 Rl MdACS3 R AE3E R RS bRy e 3R IETAS 3] 732 k7T . Varanasi 55 (2011) 43
WS MdACS3a AEAN RIS St A (1) kA8 4, IR IR T4 T R IR WU 6 J, e it 5T MdACS1
F MdACOI FRIE . 88 L3 RRLRE . SO SR FE T, MdACS3 B4 KL (Wang
etal., 2009a) Iff H— B BEW 4L 4 K5 3 M (Tatsuki etal., 2007); SRIM7E R B L3 0 R,
MdACS3 [MERE A=W EL R — B 2 TR (Wang et al., 2009a) . IXEe55 5K, MdACS3
5 HE SR B RSN AN BUEE AR IREH -

MAACS] [FEE MR MdACS3 WIS ANR], MAACST A8 5 SRl e st #2426 345  (Wang
etal., 2009b). 75 3 5 H L2 25 A% it SRS R T o R v e I MdACST 36 % (Wang
et al,, 2009a). {HJELE EAR . SWRPNTFI . R DKL A’ AR, MdACST {E IR
AR A o BRI I B L0 A R R G I s (Wakasa et al., 20065 TAtsuki et al., 2007;
Zhu et al., 2008; Kondo et al., 2009). MdACSI [ZRIEH 1-MCP 5&FU30H], 1 MdACS3 JL A%
H.5¥m) (Wakasa etal., 2006; Tatsuki etal., 2007; Zhuetal., 2008; Asifetal., 2009; Wang et al.,
20092), 1fif HFH CMFIAE I LS, MdACS3 (382 3 — R B0, UiBH LM% MdACST i IE
WA, T O MdACS3 IZRIE R B 9 E A (Wang et al., 2009b; Varanasi et al.,
2011). X} MdACS4 Rl MdACSS WIRFFUARX >, MAACS4 {E4ekt Sk Ffedtrh ik, HAgpiEK#
il MdACSS ARefE R LRk, DN 15T (Wakasa & Harada, 2001), H]fg5H
SEN A )R AR (Wiersma et al., 2007).

2.1 MAACS]1 53R RSa AR
MAACST TR 035 sz b 207 A4 BB ARG, IF 20 SI27E 3 153 X ISF 1) 3% 0 ( Dandekar et
al., 2004), KW MdACSI {E15 3 R SLv i ag 7 i 5 mEAEH . Harada 25 (1997) #RIE T



1668 W 2 % 39 ¥

MdACSI (U89156) ILK41F41, Sunako %5 (1999) M “4ried’” 3¢ B (KL R 40 SC 2 w40 i A
MdAACSI [EERLHER . MAACSI-1 FI MAACSI-2. oA, MdACSI-2 181)3 8 1 IX A — AN S 55 ) 1
SINE (short interspersed nuclear element), Xf{i#3 MdACSI-2 L MdACSI-1 1% 5P R IEAR. £
IANIE] MdACST 57 FE DR R () 3 B S Rl R B, MAACS1-2/-2 (2045 70 5 FfoZe e s 09 1) 200 2 Jl B
iK%, MdACSI-1/-2 ARG LI MAACS1-1/-1 W2l-E RS Rl 1) S0 28 il %L = (Sunako et al.,
1999). Oraguzie % (2004) £ T 5 NAACA A1 Fi AR B MdACST (153 81500, KIL MdACS1

A F R B . Harada 25 (20000 15 T 35 ANAREFE ISR 13 A Fy AR AR 1) S5 Y8
IR, I MdACST WISEDR R 5 JE S Y 2005 28 il SR ARG, MdACS1-2/-2 86 Y
o) 205 25 R AR EL AT 5o SR TS, MAACST 2 DR 70 53 L LS fg e s v o A i — 5. 9l
1, ‘Megumi’ HAR & MAACS1-2/-2 2l B3 GL iR, AR SR SE7E 5K 20 d 5 A2 T B 52%(Harada
etal., 2000; Oraguzie etal., 2004). 534, fEAHR] MdACST FERIARLAN B SE R d g, L&A il
ZEREK, PR R ‘Kitaro” A1 ‘Kotaro’ J& K HAH A 24 A8 8 A R h ik W Fl, L3I T
MdAACSI-1/-2 %68, ‘Kitaro” HSEM O AR CRARAG, WO LE, 1 ‘Kotaro” HSEH &
AR HR A, HASI e, (Wakasa et al., 2006).

Oraguzie 5§ (2007) WU, MdACST 5547 3R BRI WU 23 5 BUR S8 L6 4 il A2 4k,
WA R HSIAE 0 CAAE N RIS ], 7EARHR IR FE i, MdACS1-2/-2 FEPRIR Rk 55 b i) S
SEOHEEBGEARANKR,  HR S T BB 218 . S 5 LG 2 D i e SR SR b e e
I A1) MdACS1-2/-2 2l BURERS i Bl R S AL T 258, 17 A 301 MAACS1-1/-1 24 1Y i bR 4 T
it AR, XARABEMEREAE ‘Megumi’ . ‘Kitaro” 1 ‘Kotaro” A I HING .
PIHbE, MdACST FEPRIR e LRG0 70 g R SR S L0 A2 i 5 Itk 2 [ R DG &R

HE 2, Sato 55 (2004) it 40 SRR R SRR AT KRB RIL, MdACST HEPRFHI
KHTVERFG B LI R, MdACSI-2/-2 44 R SR SR S R I i K T MdACSI-1/-1 I
MAACS1-1/-2 JERIBL R, MdACST KRR S USSR R e 2 AL BB DI ARG, XA
FrFE—2D A AT

2.2 MAACS3 53ERRSRI AR

Wang 55 (2009b) 73 B I %8 T MdACS3 WHERI4] DNA @41, fE3F AR T, MdACS3
A 3L, B HE MdACS3a, MdACS3b Fl MdACS3c. MAACS3b Fl MAACS3c IR 8h X &4 333
bp ML EFAENITH): Makh, & PAFEATIX AN LRGSR 2k 22 )R . 762 (Pyrus communis
L.) 2% (Prunus salicina L.) ][RR F1 558 K I Makh (F)474E (Ttai et al., 1999; El-Sharkawy
etal., 2004, 2008).

X} MAACS3a 7635 F 0 52 sl b (/8 FIA T VR AWESY (Wang et al., 2009b), & B4 3E AL K41
I — A MAACS3a W5 3£ K MdACS3a-G289V, 5 289 NEFEMR T HEMR (G) HH W HiE IR
(V), XS A TRIE TR TEAL T, MAACS3a-G289V & 1 g iE Mk k. thak,
MdACS3a W15 — NG HE R Mdacs3a ANReHCEE S mRNA. DR, 39 5 B ks R mT LUK 38
MdAACS3a [ZERIFEN LK. Mdacs3a/MAACS3a-G289V & TSR b Fl, il ‘Kitaro™ FlI
‘Koukou’, 5 MdACS3a 264 SAAHEL, PR AN JE R4 g kM AR T S0 AR i, A
TS SR S S G s o Gl IS MdACS3a WA S RN TH 25 5 B “Kitaro” Fl1 ‘Kotaro” PN

Ik it b 2 TR S T B S 2 R, U MdACS3a LR AT fE 2w s S5 SR SRS ) 0 DGR R 25
Bai 5§ (2012) @30T MdACS3a SER R8N T X, FFR T w LL%E & MdACS3a Jo)BE %7 3k
A7 (null allele) 1) CAPS (cleaved amplified polymorphic sequences) Fric., 13 MdACS3a FEK#!
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(R 2 SNt Ak, P 1A TARICA B & R Y A (E

3 R ACS RN HRLARS | MRS 2 LG

WK LGS D AN RS, RS 1 &S 2 (Memurchie etal., 1972). R4t | L&
TR AEAERE RN, RRES R LBt R4 1 5 ARG 2 BT ROzl B
() LA R, 5 B PP R AR AR S e P RE R =2 . Lelievre 26 (1997) WFFURIL, R4 1 3
R 2 WA R 7E S A R A S A A

TERPIR ERAR R LS P A L0 eV, LA S 55 37 S b i S AR R S ., E
R RIFNARL 1 B RS 2 WAL (Nakatsuka etal., 1998). HMiFREPRL | WA 2 LeACSIA
F LeACS6 H1fi¥%; RIN (ripening inhibitor) #ERN{ERG 1 RRS 2 WAL FET S LedCS4 1)
Fik, BJE A5 LeACS2 WK ERIEM AL 2 LMt (Barry et al., 2000). Yokotani %5 (2009)
G RGE 2 LA T BESZ B SE R & R 1) S LA L e R 3R i, IR S 1k
RGN T W T 1

AR, MdACS3a 18 R 92 RIE R T MdACSI, FHAEP7 42 05 06 i 3G R % (Wang et al.,
2009a). MAACSI &R SEG A TFHAZRIE, HA2 1-MCP A5 2], 1T MdACS3a 32355+
N5 1-MCP 520 (Wakasa et al., 2006; Tatsuki et al., 2007; Zhu et al., 2008; Kondo et al., 2009).
Dandekar 55 (200438, YTEK MdACST [R5 55 RIS JER S 1) L5 6 il BRAIG o IX LEBF 9T K W] MdACS ]
YRS 2 LIGME b A EE M REE- . 5o, e gURE R, Bl 8517 1R sEAEr
O R K IL MdACST ERIE, LA EWRARAK (Wakasa et al., 2006; Tatsuki etal., 2007;
Wang etal., 2009a), WHERE R 2 LG kR g R . IRATRLH T T MdACS3a Fl MAACSI 1E
SRS [ R S LR ST 1-MCP () 37 5, UEBE T MdACS3a F1 MdACST 53 nAER T &#4¢
1 MRS 2 L)%EE K (Tanetal., 2012).

L LPTIR, MdACS3a 15 BCGRAFIR A R RS B KI8T MdACST AXAE SR 56 rh 3Rk,
HHR A S Rz oA AR AR R . AR AT AT A2, MAACS3a 13T R4 1 LKA 1
I MdACSI 151 &% 2 Lt (K 2).

P

LA
Fruit mature signal
\

U 5L 2 <
}ﬁllegauve Ethylene receptor =7 5

§ regulaion ll | e

] figH [ |
|..ACS3a, '_ Signal transduction 7l ACS1

LRI
Ethylene response
\I

Fruitsoftening  p,  RIER

2 ERACS ERBERELZHESHSHRUHA FER (510 Tan 55, 2012)
Fig. 2 Molecular model for apple ACS gene regulating fruit ethylene biosynthesis and softening (Modified from Tan et al., 2012)
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Lelievre 55 (1997) #uili, ZMEHHPNRSG 1 2IRSE 2 1k I BRI 5L 58 st F2 vkt
HHREEMEH. EFNT, LeACS4 /EHTiL% W] (Barry et al.,, 2000). #Rif1, (E3HA 2] H N1k
EA R LeACS4 11 [R)JFIEA . Velasco 55 (201043 T 3¢ 11 4 5L K 417 41 Chttp: //www. rosaceae.
org/), IXAFFFRIFE 0] LALEHEAN P RAE A VG A 4R 5 A oG ACS JEDH. Badlr, VR I
T RBANHAER ACS FEH (MdACS6 FI MAACS7) BEAE R LR FE b 22 R IE CRREREE),
H AT IEAERE FUX AN RITE L0 A i S R 45 S e (i VE H

MADS box R G P ) 2 AFAER s B 7, AR KK G R K 2 A Bl A
FEER, OFEFRAK, TR (Ng & Yanofsky, 2001) . RIN (ripening inhibitor)
JETE 0 MADS box KRR IAZ —, BIELHE RS | B RS 2 MFALEFE A EEREA,
T HEAE N e sk K 1R85 LeACS2 Fl LeACS4 )i 8)) ¥ #H 45 £+ (Fujisawa et al., 2011; Martel et al., 2011)
b4k, Matarasso 55 (2005) FRIE, iR S8 BEAEHGAE SR E LM (LeCp) MRS,
G 3 LeACS2 JHEIF X 1) TAAAAT JufP IR 1T HaRIA . AEA S M, REE 2 LId6 ik 2k n]
fit 5 RIN Ml LeCp S5k K 7 ik 5 AN ACS JER A 8 P4 & 5. Rk, 763 FIE A 43 25
MADS box EIFI LeCp 554 s K7 IS L Dhfg, A7 B T IR AL T fif ACS JE PR A0S S s
LI S B R R
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