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Formation Mechanism of Tomato Fruit Cuticles
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Horticulture and Forestry Sciences, Wuhan 430070, China)

Abstract: The cuticle of tomato (Solanum lycopersicum) fruit is relatively thick and does not contain
stomata, which makes a suitable model system for fleshy fruit research. In this paper, the research on
tomato fruit cuticle composition, formation, functions and regulatory factors were reviewed. It will provide
theoretic foundation for fleshy fruit development and post-harvest biology.
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1 i)z A o KK

1.1 AREHHES

A5 I EELH 5y g A SN 5t A BT Cro M Crg F22E . IR IENRAL G T R 40 . (Peschel
etal., 2007), EHMAEMEY . ZRRFIHIME (Stark & Tian, 20060, 15 A TER ) H 4
Ry R, AR AR PR I S B A AR o, T B3R R () AR S SO R AR AR R T o W TS K A
Y, UEZRMIBEYIE A, BRKE BRI 28, B M. B8, MRk, =ik
. [EIEESSAI TR 4SS (Kolattukudy, 1980).

MAIJZA I Z P (Guzman et al., 2014) FIBEISSYIIT, W A 002 2504 DU IR M LBk Ry
PR, W2 BER2 R £ 02 s BN B R, Y SR T e AR 52 BB (Lopez-Casado et al., 2007;
Tsubaki et al., 2012). P, ANFEIZLT 04 B2 HA AR RO RN AR Sy rEfe, Haf i 4s B
FUBCRF I, B8 S A 2 B FEEAL R J2 40 g B2 (Dominguez etal., 2011).

1.2 AREMMK
FTRE BT AR LB 1, A BURUES 505 iR A AR SO IR TR 5 Jalfs Jo 1y I 1Dy 1R = 2
i& Cio M Cig IRNIIR, & AT E 2L Cro: o M1 Crg: FRIENGINTIR 538 B2 41 M 544 o I 7 1 5 1l
(fatty acid synthase, FAS) fiE{b ZELhliNG A AP —BEEEEA R A4S, WL AW & TR Cre 2L
Cig EE - ACP; 4k1M HHIEEHE - ACP fiififtl§ (fatty acyl-ACP thioesterase, FAT) Ak = A= K BE NG i R
(Ci6 M Cig)y BTSN - KHEI L4 A & %% (long-chain acyl-CoA synthetase, LACS) ff
AT BSAH I (R IRt 8l A, FEEEHS B ST o C6 B Cr5-CoA 711 17 R ZE K1 (multienzyme fatty acid

< lﬂaﬂﬁgﬁﬂ\

p FAS N~ ik " b e o0

£ SR N
f Cyp Ciq MRITTR - BrIEA AT N \\ Plastid Plasma membrane 1A SR A
I FA (16C, 18C)-ACP \ Oll(,;er

, et

o Bt ACP AV | e
\ Fat / with CM

R CoC, IR/

- FA(16C, 18C) .~

= 25 e () FIRA CREE, BAM)
K BB AL AHEE A%’gﬁfﬁﬁu = Ciop Crou BRI ———— "y componentsEl >

FA(16:0, 18:x) .
LACS (monomers, oligomers)

A

Cooer Crox NEBTIRARES A (G
FA (16C, 18C)-CoA @
i T PR SEE P 43
FAE
! R4 (R, 853
A RBENE TR » ‘Wax components 7 v
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B1 REREARBENEFESHENSRIER
SH TR TR 5 S IR TR T4, AR R ™2 (D5 ZEP T o IR W R 2 i AL = B R Ol BB (20 0
ALY (3); JE il 4 RS X B A TR BE (4),
Fig.1 Biosynthetic pathways for cutin monomers and wax constituents in the fruit epidermis
Biosynthesis of cutin and waxes starts with fatty acids, which are produced in the plastids (1) and chemically modified to wax constituents (2) and

cutin monomers (3) in the endoplasmatic reticulum prior to transport to CM through the cell wall (4) .
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elongase, FAE) M{EM FEK B KRNI (VLCFAs), VLCFA B&fb 4B KAERER, TR iR
(R 53 5 B i A TR O 4 38 ek A/ 3 e 4 M B )35 £ 2 R R 45, 2012 Isabel et al., 2015).

1.3 ARFMGEMRIARENEAS

BB TR Al Al “Micro-Tom” #1522 () o = 22 p B BE B IR R AN =i Kb &AL k. —
F—pelE AT AR, MR NI TR S TR SR o - L B 0 - AW ERIRS
f1E (Voggetal., 2004; Leide etal., 2007; Petitetal., 2014).

F ARG fb il € Ailsa Creig” (AC) 1 T )2 I IS B 1K 55% ~ 60%41 73 Hbe ke dl i, Horp =
—PeRE T ARG, LU Cog I Cas Jtkes B HE (o BRI 6D FLdTKZ) 18%I1 i 414 (Saladie
etal., 2007). 23 MTFARINLL 73, KB Cre FTHAK 10, 16 - —F2IE Co0 BR KL SRS BN 74%.
T RSz R i = ek TN 10, 16 - 385 Creo BRBAEXTIN T3 5 AP ‘M82”
(FIRFFE % IESE (Hovav etal., 2007; Isaacsonetal., 2009; Yeatsetal., 2012; Shietal., 2013).

W FCEF AR i S, R I A B2 (s I LR R MR AN 7 A%, IS I B2 =R
WA S SRR P AT AE 22 5 o PR T DI, 5 A R A 02 L0 16 b T e AT SE AT R 1
22k (Yeats etal., 2012).

14 BEMREBBIREFARBHESHTK

DAFE BRI 9005 i A0 5% 28] 1) A 0 SR S A 2 IR TR e — R R B N B i 2% 0 CAnfitt e
(Peschel et al., 2007), 17 Aok, FEAE A ah RS HIR B M, B8 2 TR RS i,
KHENG T AL S P & PG, =i BN (Baker etal., 1982).,

A ‘Micro-Tom™ L5 M S I 21 21 SIS 50 78 o5 )2 FF G N (Leide et al., 2007). &35
fiti Ailsa Creig S 512 M 3 S0 21 21 S T 16 i A 08 I I LU AB 386 0, 1 A [) — 309 ) 4 LAy 2 i AR
(A TR S R AN, FLAL A A EE gl R T 9, 10, 18 - =21 )\ A 9, 10, 18 - —F&
et RS I maL, JAbEIfRFF AL (Saladie etal., 2007).

Tt RS NGB BT AR, A SR RS FUR RSN, BR T bk ST i BT ) o I 0
TEEAHI (Kosmaetal., 20100, KEZHMAIPALLLIE p - HF UM m - F U EAREE LK

2 FWali RS AR e

21 BEMRERE

502 1R 0 7K R P A 1k BEL L 7K 0 5K B A K BB o 8 01 SR S 1 A ot J 2 e <AL, Tl A ot
2 B ZE AR FH A S SE K A BRI 24350 (Schreiber & Riederer, 1996

RS RS, AR S R BUR K s T R M2 o 7K IR 25 K Re i SRS 1
F KA RIS, T IGIN SR 23 FRROE, 3 ] BT A SR S PR 7 R AR A AR S 3 BAT B 5
(Lee, 1989; Schreiber & Riederer, 1996).

05025 R 2 4 S BE 536 00 A7 JO 2 (R 1 o AH OIS R B it SR S5 A JoT 7 12 K & PR IR PR A%
A, HRSLHIKSERER N (Tsaacson et al., 2009); {H ZiXFhoS4R () B IR M4 2, K nf fg
& A T G R B AR AT AN 2 5N A 5 BT 7 BELARSG 28 VR o AT BT 0 A B A 0 J s B ) 20 53 o 8 i SR
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SEAR T K o B A R BRBEAE L, 70k SR SE AR B2 B R B = AU A = e 5 K
(P B OG (Leide etal., 2007); @ik iE— D050 RS MO T2 BT,  RILESE A F5
J2 B O K AMBIE R G AR (Vogg et al., 2004).

22 RIPFERE

A TR HCA SR B e it T B AR DR . ARG B, A S S U™ D 1 58 AR Ak
IR 25V AN AE ) 250095 T I BB PE B 5 (Tsaacson et al., 2009 ); 3 Fh S8 AR A 1 i 7 5 -5 i 2R 7R R s
AL, RS M U 2 T OB BEREAE R, A ER . 55— DR AEK ‘Delayed Fruit
Deterioration’ (dfd) [P 5 SE B AT F o & & & 0 0T, 0 7K 43 800 RV AR W B4R G R T v P
(Saladié et al., 2007). XLEHFTEE FE WAL S A O HRB T B B 2 A /R

bR T HPURAEY), AR R ORI S . UV SRS AT i, — Sy S s £
JOT )2 B A0 I e R I )RR PR, SRVEX G A AE R A IR SR 't B 38 - S A R B AR o A
(PIRIRPE (Krauss etal., 1997). IXF I JEAE &l AE 701K, Qe 26 2R 58 b R AL Re g 5 B0l i
P A A0 e 5 R 238 (Charles et al., 2008).

2.3 WX IF

Wy N e A B AR TR e Ko PR A i SR S R SR B COR B — S840 i 23 AR 5% (1) 4
JEE) Ry Bz (CRRZ2HD, KIVEATRA M PHIBRTERE, 20 A 502 B0 522 i p LK
S FF (Matas et al., 2004; Bargel & Neinhuis, 2005). AN[F] G Ah bR RIUAS [R] & B I 1) SR 512 4 5
JERAARHURTERE, XA AR EnT DU 25 A 0 22 5 Cl A o2 AR e e 1 40 i )2 1)
FEERE D FIAH B ) 22 St Can ol AT A vh B 2R 40 o R AR B2 ) SR A B (Mlatass et al., 2004 ; Bargel & Neinhuis,
2005; Espafaetal., 2014b).

3 TS AR T R e

3.1 EBHMENEMRIAREEBHEXNERREF

A R RS FUZ T TR D, T 50U W5 5Tl A A 400 B SR DR R 4R T 452D

FA T ) 2 s 2 R A 0 45 K 2 20 e — R A A BRI ORI (¥ 14242 1 E (Post-Beittenmiller,
1996: Nawrath & Poirier, 2008; Pollard etal., 2008). JXLLiRA% 1) 2 2 % T g G5 HE M 0k |
S SR M PR BT 1) AR A, DRI OB ) R 4R AU — TN HE AT 55 o AR AN B R T AT 1
T3 RS A o R SO R AR AR Ly B A R REAT AL oMy, 35 B 28 5 SRS B2 AR 6 N T
REMOCBE IR FE R . BR . AR SR,

Kosma & (20100 437 T I8 A3l 5L 545K rin (ripening inhibitor). nor (non ripening). Alc
(Alcobaca) FSE A1 UJE H A BTRARAL Iy O R B AR, RS T CREAN KB I T 522 I
FUZH A R CRSSRE D, Hord Cg BRI S AN S . 59— N9 A8 1K “ Delayed Fruit
Deterioration (dfd)’ 271 A SE Ot FE, (H ST B IR IR A RE B, WF 90 R IR AL A 02 1)
Moy PG R (Saladie et al., 2007). BIFFTN O3 I T 5T 7 Al R S IR SR AR AR B A 5T 22 AH G Ak
DA R B B R R, 0 31— 28 5 LS 5T T A ORI B s PR 7 (3R 1D, IR BSR4 A1 o)
GikE) L T ORI 7 T A% F AT
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*® 1 BHIENERRTAREEHBEXNERET

Table 1 Transcription factors with known functions related to tomato fruit cuticle formation

T TEH K 22 SR

Transcription factors Role Family Reference

CD2 #f1 7 Cutin HD-Zip IV Isaacson et al., 2009; Nadakuduti et al., 2012
SISHN3 £ R Cutin and wax AP2 Shietal., 2013

GDSL1 A )5t Cutin GDSL-motif lipase hydrolase ~ Yeats etal., 2010; Girard etal., 2012
LeCER6 W 5T Wax 3-ketoacyl-CoA synthase Vogg etal., 2004; Leide etal., 2007
MYBI12 Hi 12 Flavonoids R2R3MYB Adato et al., 2009; Ballester etal., 2010
FULI/TDR4 & FUL2/MBP7 £ ii)Z41%¢ Cuticle assembly ~ MADS-box Mahjoub et al., 2009; Bemer etal., 2012
TAGLI 1) 412 Cuticle assembly ~ MADS-box Giménez et al., 2015

CHS #A JJURIIE T Cutin and wax Chalcone synthase Espafia et al., 2014a

3.2 HD-Zip (homeodomain-leucine zipper) ZXJ%

P07t T, de FLRTE 1) 5 AR BT AR DG 1) 3 DAL A ol ok A v B T v S e 1) CD2 (CUTIN
DEFICIENT 2) it %A (Isaacson et al., 2009). CD2 -3 iR kA= h %k, BT
HD-Zip IV FG MG, H] BEFE 7 5t S SE A 0 AR W) e R 3 R B R AE T o cd2 S8R PR AL 8K
FA T AR I B B T 95% ~ 98%, 1 I A e 75 6 A ot 22 38 T I 3 AR 0o B0 g 422 4% 1) e 38
I, T O R RN AN K R B R AR A, SR AT S A TR R K A A O, (H
A FAERCAE IR G B A SRR o o — AN 0 £ oL )2 S8 AR A “ sticky peel (pe)’ (Nadakuduti
etal., 2012), RILHR LA RINEESAMRS, WFELE ZRB 0D A BSEE MK, BIR
PR AR R 4 T )k /b o T8 AR A BRI pe A7 £ARFR CD2 TSI RE N, pe MBIFFU N CD2 3535
Tt R SR B A B A AL T ) LA

AR B EFE (2014) WRI—28 HD-Zip # P F—IERr MR A2 811 nsLTP (Non-
specific lipid transfer protein) Zx5 iR LK 2 A S o AHLCEF AR, % nsLTP FER
W R R ISR — ZENPIR T, 17— W T30k 2 RG] R it SR S i I R 4843 s B0 10
Tty Jo 20 B A7 AL 3 22 5 o nsLTP 100 3 ISR G WU IR R K R BIG,  RILH RAFIR 47
IR [R5 2R B SR IR B9 (IR AR e 5% . nsLTP 2 115 PG W (polygalacturonase, <)
AN e K ARG 2 MAFAE HAE R R T8 nsLTP IENZRIE, v AR i B SL sl PG B 75 1k
KW UESE T nsLTP £ 15 5060 25 i R S AL 1 .

3.3 AP2 (APETALA2) &

AP2 ZURE VAR EYE R, WHREERG . AT . RIS L A AR
TELWE A5, R I B SUAE HR SR A Sl A BE R A A BUR A SCH BE D o ARSI T R e A
AP2 - RN K 51 WINT/SHNI A8 1 )2 05 A QS R A AR T, X8 i AsSHNT-3 111 3 N HEA&
RV BEATHT G AL, Forb SISHN3 FE2% U8 i R SR AR B b ik, SISHN3 JURRIE 5
S A SR TR AR TR S PR (Shi et al, 2013), KW SISHN3 A& 45 f AR AR
B AN AR AR ORIE A

3.4 GDSL figh

GDSL Fals e T o/B /KARBEZ G, AR S R AR A T )6 Bz 4 i rp ok o S U s 76 i
RIEHEA R, MHP%Es GDSLL; ERFHFEMBRLRLH, GDSLI J&FERIAN GDSL ek
#H A (Yeatsetal., 2010; Girard etal., 2012). {E GDSLI JTERZRIE IR HhFE LR A& b R B S
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SR JEREDRD SRR O LU RRAIS, S U FERRAIG, K W] GDSL1 % 2 5 &R A 1)
S M A R ER TIN5 IIAFSE R Petit 25 (2014) @i EMS J59%3K%3 ‘Micro-Tom’ #jili—4&
S FEMEIR B GEARAA, X6 SRR (1) S ST TR A T B B FIAL ) A T R R A U T R
AR, B LS SR S R S A )2 S AR AR IR AR R i s T8 I R G e R A TR S AR A ik
ATIBAEAE BRI, AAAE— A BAT BT RAR 071K GDSL gl V4547 5L X GDSL2.

3.5 3-HAZE CoA &1

Fe i LeCERG (NFx SICER6) SHUrd I+ AtCERG FLAT = LRI TE, Std KAENR IR 6 - W L1k
il A (Voggetal., 2004). LeCERG iRgfk ba R o8- f Sl s D IE A be ke, BERK T Cso,
IF) s Tt S 2 A T2 A R R T T X S KR 2 5 S A T2 9B IE N, R IX e
WIALE S AR R O 280 B Bk vk - B EEAE ] (Leide et al., 2007). LeCERG 7E 54 FI A
R I B S S I AT BB T N, IX B S2HE T LeCERG 55 #1502 5 (1) J A S PRI L ¢ o

3.6 R2R3-MYB I K&

R T BRI BT, RS PR E S A SR A, =, RS L A RO S A
KU ERIS . MYB B R R R~ AR AR A9 K 2 A w3 4R A7 AR o AR
P54 MYB 5 50R, v MYB K% 4 0 4 25: IR-MYB, R2R3-MYB, 3R-MYB #ll 4R-MYB
H A, b R2R3-MYB &t FIERE D e e A7 AL, 2 R R 41 b e 3 & 197 % ( Dubos et al., 20105
Ambawat et al., 2013) . MYBI12 77 jiii 2R 5 55 [ S o 1) i 42 e A vh A 455 2214 H] (Adato et al.,
2009), FEFAM— AL AR y A KT, R MYBI2 AR/KF 20k R EUR S = h iz
B E—— AR AR AR R, RIS y SRR RS 2 SRR A s B A SR ot kA T
4% (Adato et al., 2009; Ballester et al., 2010). {E & uh+H T ERIEH 4 VWWMYBSb 27— %
TN Z R, AFE g5 M RITE TS 0 B DL R AT B RS A o0 B S SE (0 4k 2% 1 o K 3
SMER RSB, Rl - FRE (Mahjoub etal., 2009).

3.7 MADS-box FRi&

il Fruitful JEB G ) FULI F1 FUL2 52&)& T MADS-box KKK K& [F R, EAT T
AR RZ TR YEN (Bemer etal., 2012)0 ASLE %V ESFSF (Wang et al., 2014) 50K FULI
Al FUL2 76350 H S i ¥ LIheeoi 4, B 40 oAb A K A R IR R . il smRIA
FUL2 (RS2 IE R — A58 3 H R 2 A8, FULL F1 FUL2 XT3 28 0 5 92 (1) ) sz S04k, [+
I B O RBERE R ACS2 [R5 KPR B 2 BRI, Uil FULL F1 FUL2 8 5 S0 A6 1k
TR S A 26 3 DR 1) 2 38 T 47 0% 0 S S 1

MADS-box 5 Ji% 7 i FHAH G B 428 PR -t S S A7 U2 B TR AT 520 (Bemer et al., 2012).
FUL1/2 YRR I FESE 0 R ARG N, 100 5 5 R £ 02 1) JE P e AR A, e S o0 M e WA A I PR R
TSR TR A7 02 AR R AR A, S 2 AR A DG I BE N AE FULL2 T 2R seh LiRIE.
W RIS — A MADS-box KWk ALQ/TAGLI K& DA [ 4% SRt 5ok 28 i S 52 A 02 O K 7 A
1 (Giménez etal., 2015). TAGLI 2K G W OCHIAER T, FESH5RKE . FHR%
(B RS BE—0 90 R I TAGLI .25 S 2 R B sk %, TAGLL 195 R AR5
FUZMERE . NIBERAL &5 R, W5, WAL EY) BERC, s &R R A
(¥ R A5y B2 BT, R TAGLI 2 5 )2 K B sl kN S0 2 4150 AR &
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X e 2k B A T2 R T A2 7 i AR S R I A e v ) — AN R
3.8 THRAHS

CHS J& % 73 LIS H R & B AR R 28—, U] VIGS R GEBR IR i CHS F A X3
B GRS RZFER B A4 (Espafia et al., 2014a), FSEAZ g B2RY) FOR>, AR 40E
LAy B 2R WRAESR: CHS FERIYUERARIE S A U2 E K PERRAR, 3] CHS H:A
(K135 5 i oK R 2R 2 AT G, [ I A 5 IR S o K e (1 ALt A S I S i PR A7 A

N

4 JEH

FAANE A A FRE N RS PR AL SRR R I 22 5, TIXRh 22 ¢ e gt A%
IR PR R IR s [R] I SRSE A B0 SR b BT K 7352k« 2Rt 45 BAT = S (3 5 1
AT R SEIR S AR/AK rin (ripening inhibitor), nor (non ripening), Alc (Alcobaca) 1) 5:5E 1 it
JEMII IR EAA, W BUR MR SER B Z IR AL R, T4 e R A o0 SR s B 48]
B SRS O B BRI JEAE

TS TR T 8052 — ANV 7 (AR, A H R X S s R O RE R e s i —, ey
W eI MR . 76 LU A EIT R, IX 0T e 75 B AN R Y 2%

B AP A AT A AR R, R AL R RSB T T ST AR T B A SR
BEN AL K, TE Ry ThRid, I TABIE A E M. fEARKIFEAE b, AT LR ARy
VSl A L SREERZS TSP S SR L0 1 S P (1B Ve 2 4 (1 faVa e i M A TR 11111 vk A &/ E PN (O 9N
AT G BRI SR, SR R SR 5 R PE A UM P B R . ARSI 5T I8 N A
MR T 472540 0 22 10 55 7 00 R S A D2 0 7 R 5 ) 2 BRI e s PR, TR) IR 900K A8 2 s PR 7 2 TR AR
DA T Js B A ) R 4 i A0 S s I 4 PRI Al B A1 )2 5 SR G AR R G R
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