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E  ARBRIUE R ERB Y, 2 B il R 2 RR SN 2 RIS R A A, € AT 0 BE A U < 1],
F I AAERR B Z A ZE IR AL A AL h, AT AR K 70 AVE SR B SR, BRI IR AR ONAR, BHLAS A BR A
P ATEEk, B AT RGP HUNE I OGUE, XA SR FERRRER N, U A A 5% Bl % 5L (K Dh REWT 7
G ARG RARRAG: . AW A KRB AR BT FUh A&, AR AR BT RE, A S AR S 4L ) I3 )
oz, RE LHERIAESE, DDA T KA RS .
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T B AR R I LA -l A LR I B 9 R 48, ]
PALRY 5 52 T 52 0 S5 B AR e 55 % Fh R B e o Bl
PRGN KB BN TSR AN 2 B &R
BLFE 20 0 BEAB VR ) TR 13 (B A BRORIR A 5 ) o AR A o
e — P -NE R G, s 540 MR b )l
BRI . AT LA R K 4 AV R L, FEREY)
P SRR BRI A A g A e i R k45
52 4 ff| (Franke and Schreiber, 2007; Schreiber,
2010). Ak, VRN BEARAKE 5T I A A HERR L
B A BT R AE P ) B LB O R v p R R
Ao BAb, AHE BT E A KRR G AU 6 1752 (n
w-FHERR A, w-TRIR), XLEE TR AR B
B EURAE P AT DR AN AT F AR ) AT A
it (Gandini, 2008; Pinto et al., 2009). [, A
(R A= BT AT 0 0T T R X A RT AR ) 4 T B R
HEEE L.

& B HE R TR R AR G4 77, CAE DR
(Solanum tuberosum) 1l 75 5+ (Arabidopsis thali-
ana) AR AR 2549 A B xR 1) e HO A 9
AR T Ok #E JE (Kolattukudy, 2001; Bernards,
2002; Ranathunge et al., 2011; Beisson et al.,
2012; Franke et al., 2012). AC[E AL T T
RAKE SRR A FE R, FFRE AR SR A 78 77 1) 34T
TRYE,
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1 AERAEM

AHR S — b AR T AR R 1 H i - R 2R AR 2 R,
FHEA A A SURE v (o ka ) ) Bz o M 3% R R
NAREEHI) . W IC IR I AR Joit 2 22 RO A4 e Bk
(Quercus suber) 8 [z J& iz, AR i & = i
J T [1)50% (Graca and Pereira, 1997). £ N1
HIEANZEB 7, XL S Zn] LLs K. 45 Al
F BRI, B A AR A (1 BRI R A S )
BN

BRUbZ Ab, AR R AFAE T A A IR
Befhia A g, R EEAE Y E R AE MR e i
BEA5A493 Y #47 (Lulai and Corsini, 1998; Kolattukudy,
2001; Enstone et al., 2003). X3 & #5247 11 2 23 1) 5
23 E SN ARELY (LT W N ST E SR e S (G
attukudy, 2001; Bernards, 2002). 44 & Z 55 3 1t
BRERES, w2 B 22 K2 i (Kolattukudy, 2001;
Franke and Schreiber, 2007). Hlt, 4975 2ok
H A S HHR ST AT, AR m 2 R
A B HATHERR, ¥ BU5 E (Kolattukudy, 2001). {HZ,
AHE I P B IR R ARl 28 . AR BT B0k 22 F 1k B LM
FAREFE T 5 o

YAV FUUESE, AR T A7 T 40 B B R i I5E 2 []
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(Bernards, 2002; Lulai et al., 2008). A4k 40 il
B R B 2 05 A IR (LA R0 )RR T R A&
Yo ARG EAEE TGRS ERE &, mT DRI B A
T BT 22 By 2R 51 o PR E Rk an /N BERRL . P R i
IR PHAL B e B 88X A i AT Y, AR T AT
LRSI 1) A A4 5T ) i 17 2 A0 e 4H 4 (Brundrett et
al., 1988, 1991). i iXLEH A, FATA] LAIEREH)
JA B2\ BREZENR ER U A2 B A BT (K1)

AR5 Fy J2 e Al 6 v m] ik — 2 B A R
B AEE . Schmutz %5 (1996) i i 11 i 7 T % (1) 4E
K, RIUAKE BT 2 8 )5 BE RN TG 7 ) e B
FEAELEM 2, . Bernards (2002)HF 7T % B, AH %
B R 2 A R BT 2 AR O . By R ]
DLid I B R 9 B A il G 8 )5 E B AUBE N AT W
SR B, R IANGE X 73 AR BT 2R 5T
AR 5T 3R B A BE b (e R . LA, ARAR S
TE RIS D B, Gt toR 25 A R B,
X R Y Gyceria maximari it a8 T k47 B K %
Jeril, 25 ORI R DT IR R, GC-MS4)
GRS E-  EAIRY A 2 E ) e e 7/
B, FRFHEL7BEGE 96 3 88 G4k} AN BEAS I 2 A
)7 (Soukup et al., 2007). S5 tEML, 7EFE TR T
KA G, ARG X ] LU I8 P20 5% (. (Beis-
son et al., 2007; Franke et al., 2009).

TELRRBE N, AR AL 5 o S o A A1 A
oA BT 6 5 A 2 B BT 7 . Machado s
(2013) %} #4 2 #5(Quercus variabilis) kA AR A1k
AT S, @S gD Tl TR AL ekl e, SRS AE
P R L B P R 38 A A o HEAR « D5 PHAL 7B AN Ot
B 88 YR W] ALE FL Iy A A o i1 0 1 o e 1
Gttt ] JEARKE T o J8 R A M e 0 25 SR — 2P S TR
K5 R AT R 5 FHALTB Yt o 5 B A JE T A 40 g AH
EC, W B AR ot Fy 2 4 i B A R S 1 e R 2

=]

Fo

2 AIEFREVERLAL ST B H B RE R R

AR AT A H AL 2 8 L, — MR “plant
cell-wall biopolymer” (Graga, 2010). Hfi, X T A&
AL A EE R A TP TR, AR TR
RO £, HA AR T — D%

o [RI, e A MR Ry T RE T PR I X 7 1,
A AR 5T (1 2 23N~ I 5 S PR A A2 5%

2.1 AREFRHVBERRLST

AHE T A — P DU i o Bl A 22 i B8 2 5
V), IS5 Y0 BEA DG 2 05 8. RIS i AR
434 i (Franke and Schreiber, 2007; Pollard et al.,
2008). F AR K AL S B A B AN K B S
KRR T RIR, e P b B 7R BE h A —
P EEHUAR. T3 A, ARG v S T 77 R R s o i 2
Yilsn, e A i e 2R P A e AT B 1T S 2R
[X 3k % $% (Graga and Pereira, 1997; Kolattukudy,
2001; Pollard et al., 2008). A o H il #BE LA
w-FEHMEE Ao, w- R H % (Graca and
Santos, 2007). ZHRAKE 5T ) 544 5 £ JoT B AR SR AL,
AR, HERETEK, o, w-ZRRI 4
PIELAI B K o I e EE A SR, 40 T A o i
5, R B AR BT B AL B K C16—-C24 [ w-
BRAEWIR . a, w-TRER . ARBEA A KB NG 107 R
(>C18). 5+ A CL8-C221H] i iy i 1 o] B R <5 13 4
Jii(Franke et al., 2005; Molina et al., 2006).

2.2 AREFREFERIEEER

IR FEAKE 5T SR AR ELAE D, A A add 2 BB K
Pl 2 i SR R AR A AH A B 5 AR DT R 4 B,
I3 ORISR TR ST S PTE S E. 2
&, RS E AR R AL AT A . SR, T A
[FA &4 S ey 1R ) S s, XA 7 s EAN AT
17(Thomas et al., 2007). HHWF 7T E 2= F) H K
fife R R A R A FH VB B IR 7 SR o ) P s, RETECHS
NEWIBRAT AN, 1k HALFN BRAHE, LAMEIR TE A R
R R, B, XPhEH TR BRI BT %
AN T A A Jot AR (8] VR - 2 By S
5K P T2 BN C- CEEFE 1K) 1T e PR A 2 R ABUAL 2 A 9 oK
H 15 i3 (Graga and Pereira, 2000). X 54 2 #1145
J& B 34T PC I A R BE IR 61 4 BT (NMR), X [E1 48
AR 2 Y R EE D) R A 2 AR, SRTTAANAS
B TIBEAE 5, FERASBITVEAN T e A e 54 (Bern-
ards et al., 1995; Yan and Stark, 2000).

FIRXS AR 5 ) AL RRATI AN WA, (L B T G A ol
SRR SR BT, W] HEAT R AR U SR o)
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Figure 1 Sites of suberin deposition in different developmental stages of roots (modified from Vishwanath et al., 2015)

The diagrams show the root cross-sections of typical dicot plants (e.g. Arabidopsis thaliana). (A) Primary growth stage of cell wall
during endodermis development with suberin lamellae deposition in the inner face of endodermal cell walls (yellow) and deposi-
tion of Casparian bands (red) localized at endodermal cell-cell junctions (ML: Middle lamellae; PW: Primary cell wall; SL: Suberin
lamellae; PM: Plasma membrane; Cy: Cytoplasm); (B) Secondary growth stage with suberin deposition in the phellem/cork cells
(periderms)

7. GracaflISantos (2007) 5 FH Ca(OH),- F 43 fift 7% LR BEHRDTE, 20 FR S ESAE
VSRR T K B AR B K Z1100% KA KR T, {4 FH A 5% 55 L B 2R REA O, B 7 SRR IX A, MR Ak st 2k 5 e
BRI o X S R AR AT, R AR B ERBEE R R IR 2 .

Ve ffw- 2 EEMRIIR - H il Y. o, w-Z3RIR-H W T 4% 41 i € 2K PAS0 5 N 42U (CYPs) % A
TR, w-BIER TR -B BB L SOE 2N a, w- CYP86A33VTER, L JE R A KR R R B 2k w-F2 3L IR
ZRR A H MBS - B2 N 0T IR B BR IR Tl e, e Wi Ma, w-ZRRERRLSY, NIRRT 1 2 A B
DRI T AR b - AN B R R 1 e . 2D K 750%, Hl & BRI T 60%, KRS TEM
R R, I AR e T XLl & iEL(Graga and Pereira, 1997). HILZEL, fEcyp-
SE UM EMA B R, HREEREDR. 28 86al Ak, w-FREMR IR — R IR & & W 2
5 5 R 4N D BE £ BE 4 R A B2 (Stark et al,, >, SEUREEE AR E 25 BB R (Molina et
1994; Yan and Stark, 2000). #iBernards (2002)%f al., 2009). L &5 REN], Ate S s 8 & &
FUEM, MR S EEER:, BEZER AR B AR 5 2 451 (Schmutz et al.,
iR R . b, ZRPTGEARTER AR (PPP) i) i [a] 1996; Lee et al., 2009). Kolattukudy (1981)F1Bern-
PR BRBR AT B LA B AR UL AR AT 58 ards (2002) AR SE T KA DUR BE R 1 B
i AR E . 456 0L B EBIMIRERYRIG, DURE ERWARIRGE . SR, X — e SR AR T AR A
TS RERE ST BT R0 F 2454, GragafiSantos  HIBFAL4E R 51X — B4 —5. #lln, cyp86b2%E
(2007) 15 tH 7 DA A iy 2 2 43 i W B H b i K o, RPN B SRR R, BE AR IR T 2R 5 (R R ISR
w- RN E R K S FAMEE A RIEER) M EET T XE e (w- R R TTR Fa,
XSRS T RN S IE R EEN w- R W) A1) & & (Compagnon et al., 2009;
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Molina et al., 2009). PL_F 45 538 B U5 7+ AA i 1)
A6 BCRT DA R R 2SR I 7 B 2 o 7 A R R, SRR
—E BRI TR, dhAh, TR BRI R ASFT/
AtHHTRIFHT S8 A (AR BT, TR 2 1) BT B R 5
TR B AR R AR R NI, R Mg S L B
N E 45K (Molina et al., 2009; Serra et al.,
2010). BACEHRZ R T AR TULRY K IHLiE
M AL, B2, N T 2R ERLLZERNIZH
VTSR A K 43 7 1R 45 1 PR IE 48 A7) 75 2E — 25 B8 IE R0
W9t

3 KRS MHEFEHR

H AT 28 € 102 5 AR BT-E R B0 45 40 il € 3R
PASO L INAABE . ELIE JE Bl . TG D7 R A K Bl A 46
WY, e mE 5 EiiRw- e ZIRIZER.
REWT R SE KA D7 TR SR E, HamVEr] 7 2 Ml
YR I B R T O R FR S 21 (Agrawal and Kola-
ttukudy, 1977; Razem and Bernards, 2003; Schrei-
ber et al., 2005c).

TEA R IT % A fikeyp86al i, CYPIG AL, &
FUR B R R MR TR MORAR B S B E b,
— 3B SRS K FIE B HNSE RS . M, 1
CYPRLRIL M RA MR, HARKIARE L& BN 12
B, e SRR R, WA REEE] TR
Y5 IR RIE S (Franke et al., 2012). K 7R & R AR
RN (PAL) 2 AL IR TS 2 R AT IR A2 258 10 I B
W, R i R ) PR % g (Kato et al., 2000), £
R 2 G il AR b k4% 2R H (Kumar
and Knowles, 2003; Kumar et al., 2007; Lulai et al.,
2008). HZEN A BT, PALEE T4 0, 42K
PR AR 7 2R A R R A0 - 7 B IR A, B R B
KRR 2 Wy 255 (Bernards, 2002). KesanakurtiZs
(2012) 85 & 1 i ARk i S A 0 i ) B BT 3 i (Lyc-
opersicon esculentum). NorthernZ3Z 536381, 1&
LA I, A DR SR S 3 e rh FLAT AR s ) A )
AR, T X HER L 05 50 g b DU A v 0 30 s P 12k
HHRL )96 IL IR RO 88 45 R R, 7RGk R 2R sk
A A A R B By SR A 2R, SR S L B AR Y
UL AH RIS o DR HEDI M 2R 7 1A R S5 i R
¥ BT B 5%, A B HE 1 455 1 — P IR AIE . B4,

WA SRR, SiE AR EETRS S
Sk S A Bl A 35 1 T 255 B ) AL SR AR R (Kum-
ar and Knowles, 2003; Razem and Bernards,
2003). ZhMM, AT A HS R R, DU
Fity 535 VAR I S BB il P S 1) A, AR I % o )
BN Je 2 5 g i A A 3 B 1

4 A#EREKHNEREFHR

ARBAAMT Z 2 FIBR G, A2 2R ER H & kK & 1
o Rk, AR A G RS HERRTE 41 B AN 4K
P 2 B PR S . LR AR AL R R T
SERNBIEDR 2T, anE A e e I A F 1 BT i
Ik -CoA & Fl il 3 [K] (KCS) A i i R 3 16 1 F o 48
fitd £ K PAS0 I 4 B 3% K] (CYP) C # % 52 (Franke et
al., 2012).

A B A R Jo S A Rk (e B AR R 1 4% ),
BT AR AR R EREAES, 2
T ITVEAE AR BT )& BT 5 b 52 B P E R . SR,
7 50 75 o R SR A v R B e SR AR 43 A ARG ) 2]
FAHRA SRR JT, AR DR SR 3 A R TFAE R
5K A BT 7T 8 72 53 F H (Franke et al., 2005).
YERRE A, $00E I AT DL A2 4 L 0 25k (R e s 4H A7
M, IFRARERAGUR R, RRAERE 1 AT Red &
Z R R IGEE A S5 PR A YA Bk R 7 ik
(Birnbaum et al., 2003; Brady et al., 2007; Kilian et
al., 2007). Birnbaum%(2003)#2H 1 —FhE T 3L A
WA FEMIAF T OTE, RIS T RS ot 20 43 1) ik IR e s
FiE, SREERBLRUARHRE L. ML S
TER S, Z Bk BE R B, TERE 5L R i 2 7 3Rk
e, XS H AR Y SO B R AT S . i, K
it B SR S B TRk G, BRI TR AR A R
AR R R FEAR P B, vk - 3-8 IR Tk e A R Tl
[ (GPAT5. CYP86A1. CYP86B1. [l % Fif % #% iy
3 [H (ASFT/AMHHT) . Jig 7 B 34 J5 Al 2 [H] (FARL
FARAMIFARS). KCS20MIDAISY/KCS2){ st ik .
FERRJE B AR B o, w] DAl BIGPATS MIASFT I 5
BNFIE T MBI, WL GPATS. DAISY/
KCS2. ASFT. FARLHIFARAHIE &) Fid k. 1EHi15
JEE LT, T FDAISY/KCS2. FAR1. FAR4
FAIFARS J& 3 735 I (Beisson et al., 2007; Hofer et
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al., 2008; Pollard et al., 2008; Compagnon et al.,
2009; Lee et al., 2009; Domergue et al., 2010). X
SERIT SR, AR BT ) AR ) 1 ) I 52 3] 22 b B[R] )
GIRGECS

4.1 CYPS86TZIik

Y1 D £ 25 PAB0 HEL 1 4 il (PA50s) 18 AL I 17 iR w- ¥2 3E
1, %ISR T A 4 T B AR 0 AN BT /D (1) 25 B (Pinot
and Beisson, 2011). P450s7E4MlE7rH 14272
AN FE R 4 0 1) B (A B 2K 0% (Schuler et al., 2006) .
Kandel % (2006) % 400 r T AR 1 25k R 2 2 4 3k 47 0
ik, {ERIEFFEHA IS0 IPAS0sHE K, %5 H 8
T CYP86I Z 5 I A b2, TL 48 IE 52 I 3V 53 e AT DA f
IR ITRw-#2 . EEAECYP86ALZHE Y+ & 4
B % 5E H 1 C16 F1 C 18I 17 R w- 2 5: L. i (Benven-
iste et al., 1998), HAHRhorstRALAH FLitk— &
78 T CYP86ALS 51 AE b FE o il & 41 o SR D 52
gk R Ao, CYP8BALYE S IE M 7E UL g I AR (O HAE
RN 2 JZ) b ik (Hofer et al., 2008). 58 &1k
CYP86ALM LTy HE— 3K, fEcyp86al/horstZEAL {4
(AR P, $EALCI6FICI8E IR & & B 3% AR,
SHERK R & B FEK60% (Li et al., 2007; Hofer et
al., 2008). S5l Frcyp86al ARk R RIS, £
A EZE g % CYP86A33KE K #H /T RNAT- I 5 3
C16 5C18 w-#HMa, w- LR (DCAs) & & T
£170%-90% (Serra et al., 2009b).
TERLEE TFAR G N B2 2, CYP86BLI ik th
B HAREE M, Bl fEralphse 481k 1, CYP86BL 1)t
O AR R 43 77 AR R 35 2 T (Compagnon et al.,
2009). T I 5 PR B AR AR Bz FO AR T R, KB
w-FHER Ma, w- "R, JCHEEK C22MIC2411#
% J1F- 58 4=k 2 (Compagnon et al., 2009; Molina et
al., 2009). 7EfLEFIFRNAIRK R T, CYP86B1#K kK
ST 5 3 PR AR T BUX SRR R KRR IR & B, X
FUGIE B 7 CYP86BL A& AE i A #2 Ji w- F2 44 i 7 IR
(BEK2C22) BT b 5 (I . B ARZIE (1 HAR T BEAT £
SE, (HIX SEAIF 57 1) 2R W CYP86B 1 4 i — it K 5% g
5 R w-F2 AL . L Ah, R 7T 3% I R K B S AL IR
i 1) A5 FE BT LA 38 3o 386 0 R 4t A Ak 1R C22 AT C 24 5 iy
BR kAN 78 . HIEcyp86bl/ralph s A8 4 () A% it %2 5
B rb, XUE Be IR 7 B8 vT DA 5 5 fe G 197 2 BT AR

. SR, Molina%:(2009)ik Yy, HH AE I 1S AIR
K8 73 FF AN S A B S I e I i TR 22 R,
UbBR BE A T IR 2 e 2 R 2% 0k PR, JER
Ml 5 7 A AR IO 8 %o s R A A I £ 8 A A
B,

42 GPATSEE

5 CYPRE R ML, GPATS & AR b it F2 A oy ftpl 46
FE MR —, FELEARM A B ZH L 3Rk (Beis-
son et al., 2007). XA AgpatSiIit 7&K H, Hijx
B 1) ek - 3- T TR T ik 2 7% il (GPAT 5) 2 5 AR Al it iz
AR C2255 C247HA K ik ok 2 PRAR 1 1 - 7Egpat5
RARR T, C22/C24 5k B H i A K B e 2 2k
FERRER 10 & /D, L HGPATSTERR R &Mk
WA R R AESREAE R . 57 R W AR A
GPATsIsn-11% FE (b AF - ANE], fE AR it 72
GPATSf# AL H i [fsn-2/E %4k (Yang et al., 2010).
L SR AR GE R AR B A, AE AR T &
KILT GPATsHIsn-2[E FEAAE o 4. TR A Rl
Fh Bk B sn-2BE F AU AE I IGPATSs, X g
Foiti M AR 40 1 1R 40 FEAH 9% (Yang et al., 2010).

43 KCSEH

£ IR A RS S5 AE AR D7 SR 4k 2% o A B AT, A
it AC16FICL8R 7 Tl A 3=, T AKE T & A kK
JIE 7 B4k K HBE g (Franke et al., 2005; Pollard et
al., 2008). [Kth, AHE TG R 5 — 21 B AR 2 AR
R E KA FAE . KCSHE [K 9 i1 1) B- i I CoA & 1 g
(KCS)ZFAEE A IR B 75, =2 Wi R A+ i 72
o ) S48 i (Joubés et al., 2008). #Rif, H1T £ %
TENREFM R IEHE X LAFLET 2 T &, Wi 7 xt
KCSiEFE R I % . ERF TR P B KRBT
FIRIEMKCSER, (HENA3INS 5 KEEC24AK 1
JiR LR C B 42 4E K (Joubeés et al., 2008). 14k, fF
PN R AR AR T ) R B KR AR C22, B2
54N FE JFKCS % K 2 5 C221 ZE K (Trenkamp et
al., 2004, Blacklock and Jaworski, 2006; Paul et al.,
2006) . X KCSRAZAA [ A J5T it 78 i 7=, KCSHT g
2 5w T AR DR i R (R R ), i

S AR ST AR LR )6 BRI R TR & & (Franke et
al., 2009; Lee et al., 2009). [A]i, XLLfFol# LK
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(TR TUAR TGS T A G i L R (1 25 58 i A2

7E A0 B 7T 5 R (KC S 2) il [ 2% 25 1 (daisy) AR A
e, C22FNC2478 K4k B ik 7 1 i />, KCS2
(R IE A B 5 5 AR i ) HEAR AN T e A — 5
(Lee et al., 2009; Franke et al., 2009). #X7i, 7
DAISY/KCS2 R AR I e L 23, C22H1C24 5%
A ) B PR IR I R 473 e BLAE L e IR SR 5 4 (B I S AN
B, R WA ] BE AN KCS2 (¥ it — )
8o XA Sy Mt — B UE S T KCS2 5KCS207E K
F BT RIS BT AR ) & e B XU AE F (Lee et al,
2009).

StKCS6TE A ¥ 4b 1) B 8 55 B 25 18] ) b iy Rk
(Serraetal., 2009a). # FIFIStKCS6HIRIAEFE, HE
Ko C28 I B KA i 17 R 1 75 & N B 50%—95%, 1M
B C26H1 R FE AL G R AR HERR, i — PR B
StKCS6% i 7 B& 5 1) 48 KA K5 2 /E H (Serra et al.,
2009a). #& AN, StKCS6Z: 5 T A i Al 4 i 7 iR
BEMIEK .

4.4 FAREHRHE

WA BE(CL18. C20F1C22) e M) o A& AKE: it 1) i
%4 (Franke et al., 2005). X i fuf B (Simmondsia
chinensis) ff A& 51 & A BB 5T R B, LUE
KA IR 7 R D Je A AE R 2 1) s 1 ik A e T s T 5
JR i (FAR) {1k 52 /i (Kolattukudy, 1971; Vioque and
Kolattukudy, 1997; Metz et al., 2000). i@ id %} f% £t
Hh i KR (C24 M1 C26) I 254 o 17 AR i R kAT BF AR
i€ T FAR % 4 (Rowland and Domergue, 2012).
JIE 5 15 340 J57 T (FARS) A4 175 A4 1) T 197 BR A 5 R i 2R
Yot e T FARZw S L PR A 7T s, J0LRg I kPR 2H
BAE8NMFARZEH 541, 73 Hl4midFARL-8, H 14
7 54 % 52 WCER4 (Rowland et al., 2006). {ECER4
RARAR T, 5K C24-C281) T HEEH LT 5
A, R H B4 C30/EYE, Ui L BFARE#
AH 2K () T e g 1T g XT C30 B (1) 1 Js & 4% E H (Rowl-
and and Domergue, 2012). {ERF 5T FARZ:E K ZX % 1)
FEME, RIFARL. FAR4AFFARSTEHLE IR
W AN E S A AR BB H R B, AH R =R
A FECL8. C20MIC224E K [ A it B M) i 7 &
Jik/>(Domergue et al., 2010), RHFARS 5 TR M

Folt Bz AR S o K BE (2CL8) R 1K & il o
45 LACSEH

JIE TR & B RA S, — Ao K B It R -CoA & Bl
(LACSs)# At Bt 25-CoAlE . sl T &0, 2 /b
3 K BE L FE-CoA & i 57 14 il 2 55 40 B T 8 ot 1) &
J, EATIHE AR IR T R I Ak D IR T TR Co AR I (LU
et al.,, 2009; Weng and Chapple, 2010; Jessen et
al., 2011). #—EHH AR, MR EAEINE T
TS AL S ILACSS, ‘et 3 5 g i BRIt s %
it ¥ (Shockey and Fulda, 2003). LACS1-3/2 %}
B} (Saccharomyces cerevisiae) 1 fig 353z i fir 06 75 1)
filf(Pulsifer et al., 2012). LACS1HI2t8% 5 | 5t
PREIE G, B AR T TR A= ik it 3 -CoAEE (Schnurr and
Shockey, 2004). LACSHIE VAL mi & 15 23 A4 i
) A 2 T3 A A T AT AN 2

fElacs1 R AZ A4 i, 25 v (1 e o7 e B & ek T
40%, ifF 25 AR B IR U IR AE i ot h HEARR, AT b ke
TE B AR T AL S 4 B B IR IK . fElacs2/lacs3 AR
Afasrh, ZEFig T A B> T5% (LU et al., 2009).
K T lacs1 Fl lacsd X g bk 5 A8 4 () 0 55, uE B T
LACS1HLACSAHR 2 2 46Ky Sk 52 v i 2K T8 B
WBERIE(Jessen et al., 2011). 4R, Xflacs9ZR A&
(B 9T {2 R LACSO X g 2K 1) & i i A 5, 36 11X
AN AR F G ThEE AT RE B A TUA&R 1 (Schnurr et al.,
2002).

H#l, %A KT LACSHEKZ 5 AR & B
AHIRHRAE - (5 /2 LACS2EE K] T R Bk 2k RAZ AR 1) 73 Bt &
7, LACS2%f A% 51 (1 T8 e H A — € /E H (Li-Beisson
etal., 2013). LACSHH AT RETE i 7 BR B AL 7T R FE B 1
JE W B 16 (A wo- 72 JE AL R B4k

4.6 EEHERIESH

7ECYP86ALK [K 5845 FICYP86A33 I [X 1T BX (I A 4
o, HKEw-BIER A, w-RER(>C20)IF % E
/B(Li et al., 2007; Hofer et al., 2008; Serra et al.,
2009b), KIH L EPA50sS S5AM R AR E K. il
[ B 2 U1 ER GPATS MK CS2 3k KX 5 35 84 1 #6843
W, FWER S Na DT R BE I, Ui kA LM e 2
P EGPATSHIKCS S 5 It il 72 (Beisson et al.,
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2007; Serra et al., 2009a). #5%/K WL, 3%
Jilr 38 5 6 38 AT 5 S KCS2 ATKCS20 4L [7] % 14 (Lee
et al., 2009; Franke et al., 2009).

TH IR AR AR 5T 2 2R S 1) e s B S BN P i
16 HE DR B HEAT LU, Ry R B NE I AR Jof ] 250 1k
R g (ASFT) 2 Kl (Wei et al., 2006; Aoki et al.,
2007; Obayashi et al., 2007). ASFTHI 4 2 i i w-
FRHLTR G Iy T 2 A5 A AR Ik 5 7% Bl (FHT) J8 T ik 2 4%
F2HEBAHDZ % . BAHDER [ AR KL WAL -CoARE R
R AEAA, i A0 R 7 BT 2R 19 44.(D’Auria, 2006).
L B IF CYP86AL 1 GPATS [ 4t % & 4 #r % W1,
BAHDZ e 3 (R ASFT 4 i & St . Rk, ASFT
AR A Joi 1 i 7 7% 1 1) A 166 B2 X (Molina et al.,
2009). FIRFKIEMASFTE AR iRt —Se T
ASFT 1L 5L 5 M BT B Bt -CoARE 7% Bl w- 72 3L i 1 2
AIHE i _F(Gou et al., 2009). FHT#E Mt 438
i A ) sS4 BESE, FHT-RNAIVIER 1) 545
HE R, BRI B B ER O B B S RIS, PR
TFHTE SR A k% H Z4EH (Lotfy et al.,
1994; Serra et al., 2010). k4, Soler4s(2007, 2008)
TEAE 2 BR R BT 53 LR 5 ASFT /&= £ AH AL () BAHD
FWRFER, HAEAN A LU B A K 2 b s B i
Tk, HHEFIhEIE T2 — P e

AN LB BGL 0 B 6 D7 2R o R 1 26
AR S S B R AMA T 2 R A B Ie 55
AR, WXL IR % 2 Pl S, AT REA BORHY
A HAR U I 48 2 5 9 4% KA T 1 & Bl (Franke and
Schreiber, 2007; Li-Beisson et al., 2013).

4.7 A¥RREMRBIEEF

AR AR 50 PR A A R 5 TR R 3K ) 73 ) 73 A oK &R, N
A5 A R AT RE IR 1% 562 TWRKY-. NAC-A11
MY B-4f 57t % 53 IR 1 [X 4o e s AH A0 B, IR B 5f
IRl ¥ 5% I i B AE A AL L 4 Al S ik (Kilian et al.,
2007), ‘B2 5 A i 3L R IE 1R R E A
(Obayashi et al., 2009) . 1X & iJf 4% K -1 7E 42 [ AR A
Held FfRIE, 25 KA FE (Soler et
al., 2007). MYBsZ 5 2K A ki 8 ¥ i B9 A 90 & &
(Tamagnone et al., 1998; Bomal et al., 2008; Zhou
et al., 2009) L K fig il B %% 1 i€ K: (Raffaele et al.,
2008). NACZK ] i 72 Kl 2.4 i . (AP 2/ERF) #% 5% [A]

T (AtERF38) Z 5 I 4= 4l g BE 1% 1fi (Mitsuda et al.,
2005; Zhong et al.,, 2006, 2010; Lasserre et al.,
2008). AT, XL kK T2 5 ARG R ) B i
ERIEA TR, HFIRABTIT

5 ARHEFRETAYIBR A A1 3RED

ZRARRTATRIIIR, TR e LA IR 254
FAR SRV X, A0 75 A P I3 9 4t 5 2 3 40 A
JEE, SRIGREETE AR T . BRARACHE T Hh 22 Pt A s 2%
VIR & R E AR 73 LU R, (H2 e 1rs i
RANHIATEEE

YN e D=2 IR Do e R e s A LT LTSS U
FEXT AR R W AR 2. fift, DeBolt%(2009)
KRB, HNEE T UDP-H %) B - K Wb ik i 7 il BE DR (1 R
A (ugt8OBL) Pl fiff X ik = H Kk %8 . Wl HL A% A% g i
R IR =& R, AR IR AR AR R
() B ZEH 7y . UDP-1 %7 B - S B bl 5L 4% 72 g fH (L UDP
AR B RS B (S B, T RS B R . A
S AR T UDP-H] % Bl - S BB S B I rE AR Ao
P HIVER . EugtBLFIUgtA2 X R AS b T, B T
C24 o, -, K RERPAS 20 EFK. @
LI S BT SR, R BLUgtA2/ugtB LA R G 2k 1Ry L
THFEZ, AN YA B T A, B
[ SRR AT BAE A AT AR R R HEN, S i
FREE 55 B T R4 2 % T s 28 SRR i 1 it B
HiEB MR LTI

7S R N8 S S I B R ) PR e e g
T BRI — SRV B SR P AT 4 51 5 54 s 21 53 Ak
ik — DRI . 1K L) T T8 I = /R 2R 1 B L
& Bl B AR B S BIATPSE & & (ABC) s &
435 i 7598 % %01 (Li-Beisson et al., 2013). Jifis -
JE TABCHIZ & IR IGMGI KKEN, TR
R b ARk 2 R4 1% (Pighin et al., 2004; Choi et
al., 2011), FrUAEMH TR 2 5 T K H R iEH.
B, e AR AL T, HfSGIE K ikWBCHY
sl AR R, HFRIAKFEE Lif(Soler et al.,
2007); fE SR EHZERH LN, WAIABCGLE KR
e S5 1% 06 75 1 25 1 (Landgraf et al., 2014). 1%t
FIF 5T 7, ABCG2. ABCGBHIABCG20% 5l i3t
R PR R B AR 5 2 B A, FEAH B () = A%
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A abcg2/abcg6/abeg 20 H A B A 4544 41
B RER KA T A8 fk(Yadav et al., 2014). B4k,
Z 5 f FUR TR Y B ABCH#; 12 25 HABCG11 (Pani-
kashvili et al., 2007; Bird, 2008), 425k [f] 25 1R
A i & & (Panikashvili et al., 2010). ABC#%iz &
B 1F 41 A AR M RIE 9 R O SR B i AR 1 4 PRI 2k
AL, ARRRAETE SO B A W .
TESU A FEARAKE BT Sk v, el TR A4 o 1) 5 4%
MR NAW AL, R is AR 2 3R Gl 5
TR Rt EE, M Az L ) el He Rl S R Re s
15 240 Ji N 45 4 22 A R AR SR P RN L 80 45 4 31 2 i B I
PIRESR KB . DR, AHR BT A A4 5 1) st T R
ludSEZ e nIndERR N EE R

AR R AR RS0, SR G YR
INZIFERER, AREHHREASRY, &2
75 [A) A BELIE A2 2 1 i 4 B e &R R i A S
N ARk, @] 3 i 58— A & B (CD1) I %
JE, TN DURULT M DR R IR SR SR A W M HER L 22
(Girard et al., 2012; Yeats et al., 2012). 521,
X T ARKE PSR BRHELE, ARG T R E iy, i
— MR LR A RR T AR R Wi B, D& AEAR S
Hos T BB it 72 (Olson and Sheares, 2006;
Olsson et al., 2007), —Y8H B {FEIERE AR ERERE
EYIE R AT e R PE E EAER, WGDSL-motif
1% i /il #1BDG (BODYGUARD) 5 ji% [t 24 fif il 2 (4
(Suh et al., 2005; Kurdyukov et al., 2006).

LRE LB R TR & B FE R
AR 52 4t 77 T RO 7, AT TR AR AR S5 (1) 6 i A
i B Ia gy A E 2,

6 HEERI AR A AR

201 Z8904FAR, A 78 3 A 3 R H 2 SlOW £ AR WF 7T
AR A ZH B &5 4 J H 52 2% 141 (Schreiber et al,
1999). ZJa, &AGC-MSZEH A, ANHEYM . KIH
LHEVNIAS [ PR 855 T B0 4 S A A o T DA B A 1
1R (Zimmermann et al., 2000; Schreiber et al.,
2005b). BEAE 7 A BRI R, S AR 5T BUM HE
FARI PR R, AHE & AR E . AUk A
PR ACE , 7RIS IE o Bk iE (Krishnamurthy et al.,
2009)8iH 4 (Kotula et al., 2009)% 1 T, /KFE(Oryza
sattiva) fi #1522 L IRT AR 2 A R 5 e HE AR B 25

. HAT, BEN AR TUY SR HERR 52, TG
R TR (ABA)IITE L, 3BT SO AL A

A B R AT SR A ER AN U3 2 o 2 A 4R
1, A5 P BR A T JE G J  SE E  E
52, LulaifiSuttle (2004)iEMH, BARZHS 5 THZE
B OB, A Z0 AN B2 e 453497 175 3 AR AR ol
[ B ABATFZAE A X T 52 0 25 38 (1) B2 2 (Himm-
elbach et al., 2003), HABA 5 /Ki# i & & H 1 #E
IEAEDE, PR HEN 3 B B 1 20 R S R B 25 1
¥ i (Efetova et al., 2007).

Lulai%(2008)ll 52 7 ABATE #1515 S (I A ¥ 1k
VRN ZE K e R o VR FE €8 43 T S
N, AR ABAL SRR, (HRIEH
B A e, RO iR k. REERGES
ABAG T AR . Bt )E, TEREHLPHABAY
BORIEC, 24/0BHABIRAS, 3455 5 3-7 RABAT
BRWE . X% A EABAS 5% S ALK
TERK, G BT K I S Ae T

Kumar%$(2010) 8 5t £ B, S48 P4 1 &
IR MABAEE . B EHRZERE AR
AT Ft P R AR R TR R, AT P TR A A R R
e, EHGR R, ABARIZE A 2 R iR 2 B 1) &
B E PRI, AR A I P2 R R T
OGS AR . AR B R R3sn, B AR 1T
B o R HI AR A ZE v, ABAR & LI i
IR HT L 25 IK86% . TEAIfG 24/ N 2 1, HiHe =R )
PALFESRIEVESR 1, (AR R E LR AL J55K . X &
P EATABALLFE, TR HPALIE I, S8 1 4k
X 7K 78 R I BELAS BB 77 o 7E I TR 3 g 2 B 2k v
T493 175 5 RO AC 4 S 1y 2SR R 07 280 I 5 S B0 LI T
ABA Kb BRI DL i It 38 0 A ¥ S5y 2K ) R (SPP) I AR
8], WoWE I ENBERT.

ABA 1 2 75 it S 52 25 98 41 24 R R 5 1 T K
(Leide et al., 2012). #r RS ARk 7 i SR S0 7 2508
AEAFAERS, 3R IR @A o XHHT A R 22 20 2k
ITEE RS 3 AT, I B AR 5 4 T AE Ak 2R
A, TERRRRE R TG . 2008 XIS ABA S &7 i 4
o, R AN, ZEHAATABAR &R
. SR, ABAGREE TR A 2R Ak AR AL
I FE B HE IR B AR & B HUIK . Tao%(2016) tHilF
Bl T AMEABAZ 5 LUK 0T R Al (1) 26 4 1 4 i &
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e UL llg i #e: C16:0, C18:0, C18:1
2B
PAL FACL
v ¥ LACS
A TR "
¢ & "-”l JE i ¥ CoAs: C16:0-CoA, C18:0-CoA, C18:1-CoA
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JE W5 % & R AEAE QMR A, 2 ) % I8 2 - CoAE F2 il (FACL) AN K A IBE 3 -CoA & U (LACSS) T Ak, A= B lIg T ECoAZE R, 48
JEME— RIUAK R A B HE TR KB (FAE)E &R BB aE 4, F=2E B K uE e I ER(VLCFAS); HEIiBE 5 (FARS)IE
JEEE, AR RN, w- R, 416K PASORESE (CYPSs) S AL IR MiME, AE Miw- 72 55 I 7 B8 (w-OHs) flla, w-—¥2#2(DCAs);
W-OHsH] #7211, 2 P450sH#E — 25 S ML DCAS; w-OHsHIDCASH H ili-3-Bf & 1 525 4% F4 Big (GP AT s) i Ak flsn-2 5 B 25 H- Vi i - ATP-
4“5 B (ABC)HIiZ2E AS SRR UMK F T FREMIZ . £ A EE(PS) T Ae 3 T AN R SRR IE sn-2 R BEIE H o, T E R %
£, RS FRERNE. ERNARGARPAL)SER T, KA A RE G WEEBRFIBIELR, &0 17E BN
SAERTR, FAERRFTEEEE-CoA. FiEEME-CoATE fa A i FTERBE L A BE(ASFTEA T, S5 o, w- R AR B B i B 42,
T A= A B B S )5

Figure 2 Overview of the suberin biosynthetic pathway with subsequent transport to the cell wall

Fatty acids are synthesed in the cytoplasm, activated into fatty acyl-CoAs by fatty acid-CoA ligase (FACL) and long chain
acyl-CoA synthetases (LACSs), and then modified by series suberin biosynthetic enzymes. Fatty acyl elongation is controlled via
the fatty acid elongation (FAE) complex producing very long chain fatty acids (VLCFAs); acyl reduction by fatty acyl reductases
(FARSs) producing fatty alcohol and a, w-diols; fatty acyl oxidation by cytochrome P450 enzymes (CYPs) producing w-hydroxy
fatty acids (w-OHSs) and a, w-dicarboxylic acids (DCAs); w-OHs could be also further oxidized to DCAs by P450s; and esterifica-
tion of w-OHs and DCAs by glycerol 3-phosphate acyltransferases (GPATSs) producing sn-2 monoacylglycerols. ATP-binding-
cassette (ABC) transporters are involved in transport of suberin monomers across the plasma membrane. Polyester synthase(s)
(PS) may extend sn-2 monoacylglycerols with other suberin monomers to eventually gather into high molecular weight polyes-
ters. With the catalytic action of phenylalnine ammonialyase (PAL) and other related enzymes, phenylalanine metabolic path-
ways provide coumaric, caffeic, and ferulic acids, which then are transformed to feruloyl-CoA by acyltransferase. Moreover,
feruloyl-CoA is linked with fatty alcohols, a, w-diols and monoacylglycerols through aliphatic suberin feruloyl transferase (ASFT),
to finally produce esters.
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7 ARAEFRAIINEE

A A T R ] 1) 85 ) K FL B 7K 22 B A PR AL S R P AE A
Yotk B S AR A AR B AL T SRR,
AT A7 1E7K 73 AR Tk, AT ST SR A (0 4= G
(Machado et al., 2013). iP5 T~ i 4A
ZUL R R TREFT, ORISR e mT DL g A
1k 7KF(Enstone et al., 2003). %% H 219415 &
o ol T BOR AR A B0 35 P 2 AN A R e T
B o AR A AR 200 R S 7K 470 5 3 1) 7 T2 L 4030 )
H 2 5 %2 Fw LSRR P R ) 12 B¢ (Lulai and
Corsini, 1998; Matsuda et al., 2003; Schreiber et
al., 2005b).

7.1 BTREER

AW, 20 BE AN — P 5E 35 1B B B (Lux
et al.,, 2004; Armstrong and Armstrong, 2005;
Ranathunge et al., 2005). K#B 7R, At R
HA BRI B T A& (Barrowclough et al., 2000).
FERNR IR, AHe R 5 Ca” il B a (K % 1) 5 R O3
FIHIFSE (White, 2001). T AR K FHASME A, 5350
WXt Ca® Mg e /1 T, A 24 AR 7 b ks th S
BB T AR AE BRI, 25 Ca® SRR, Ml
B 7 92 38 1A (esbl) I ZE th Ca™ & & S vh ARk T &
22K, KRR AR S &R BAr 2k, H
J8 [ 25 vh Ca®* 4 & U F& Ik 7 50% (Baxter et al.,
2009), Xt —BIGUE T LA E45it. %5 (Phragmites
australis) 1% & (Iris tectorum) A A4 [ 4R 4 2 BHL1E
T 3R 5 A AR Y Fe® (1 3 (Soukup et al., 2002;
Meyer et al., 2009). 7f 1 K(Zea mays)iR 4, )24
ZUARR ALK T R 3% £ (Clarkson et al., 1987).
i 6 7K A it Bl (Pokkali) (RARA 2 AL FE AR i, Nashi
BARAK. SRT, EhEBURG A (IR20) AR AR AL AR BEAR
&, X REFFINa ISR =, T AR A0 4 ZABEAS 25
AR (Krishnamurthy et al., 2009).. Krishnamurthy
S5(2010) - CGIEM], KRR RO ARAR i & B St 2
INa"f R 2 A OC. 78 B R (Ricinus communis)
(Schreiber et al., 2005a) fil {1l ¥ 7 (Franke et al.,
2009) R+, iE—BIGUE 1 A 5 BHFS & 7 H1E FH

R R A A Jo X S R T ) A X FELA 5 B AN AX
KB AL, &SR EAR R 45 E T
B R IR T DA 2 R HES I 7 A A K

7.2 FERSE

TR HUAE ) B A1 Bz 2 B8 B 21 2R, 5 e A7 7 AR ST AR
RREIRFEAE A ENREY), EAVER T —MiE A
(ROL)GERE, PHAGSA Y SRR bRt b [FI, XL
AR 5T e Bt B AS 1  33E AN A MR TR A B A
BiEFIR H (Visser et al., 2000; De Simone et al.,
2003; Soukup et al., 2007; Garthwaite et al., 2008).

7.3 MERFEFERE

S 60 B R R D HR U SR AR (1 38 — 2B 2k . AR LAt
B LU B KA A 0 2R 00 AR A8 1 1) 4 B e T A ) T 4K
PG o 5V X A A TR T AR T
PRI R, DU 2R 5 BP0 R B )
Jii . LulaifiCorsini (1998)#& Hi, 7F 44 2 Hh 254115
B AR A [R) 4H 4y IX 45 5 B0 0 B T B I 22
PEo fln, Z5ERYR S PN E A O, SRR 2R
YIRS PUE R O Britk St PP 45 387 1 By 259
TEMEE ST 5B R

7.4 WTEKM

R AR R BRI 3 #4& 1E HoR B4 )2 M A
T HEWT UIAR AR R Gi5 /K S R 35 5 1, AR K
A B ¥ JoT ()32 18 BE A R 2 R R Jo 1 HE AR T AR AL
(Ranathunge and Schreiber, 2011). #Xifi, LA W7
KW, BA AT Z )RR FER X K
5&A R BB R AR X T K I 0
& 72 % (Ranathunge et al., 2005). Flitt, A5 F 2
AT REFFAN 2 5 0 20 R B PR K o X B AT R
JER DRI 0 i B 7K G T B 7 T DA 3 SR R s
# M (Tyerman et al., 1999); H EH 5 FLAT UAER
/K B H 3k 40 47 A (Waduwara et al., 2008); JE
Ji A Jo AR o e o R R BT 110 S ARRN 22 S I HE A i
P40k Hoids v 7= A 2 (Schreiber et al., 2005a).

RE
SR, KT AR ALY R EAIAE TR
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BEFE, ARG R AR K L R A IS B A A B (1 T R
WAIE. FRIM, XILFR AR AR RSP B L
B A R REE Ko T a A BERRE BT 1 ik
R, ARAR G B RS AR TS SRR . 4B A
ARG PR A oA AR TR )3 i L A
FEANM A I G I BT IR AE 4R BE b R B &
ol FR) VR 9 S5 sk 2 ) LTS R KR (T 7 A RE S 2
il ER AR
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Research Progress on Constituents, Histochemical Characteristics
and Biosynthesis of Suberin

Xueyuan Han, Linchun Mao’

Zhejiang Key Laboratory of Agro-Food Processing, Key Laboratory of Postharvest Handling Agro-Products for Ministry of
Agriculture, Department of Food Science and Nutrition, Zhejiang University, Hangzhou 310058, China

Abstract Located between the cell wall and plasma membrane as a secondary metabolite, suberin typically distributes
in rhizodermis and the boundary tissue of stems. Based on glycerol, suberin is a heteropolymer composed of polya-
liphatics and polyaromatics, and it could slow the outflow of water and nutrient substance, limit pathogen invasion and
prevent toxic gas from diffusing to plants. Recently, with people’'s focus on the storage and processing of fruits and
vegetables, as well plant resistance, the research in suberin is increasing, especially in the aspects of metabolic enzymes
and corresponding genes and the metabolite’s function. In this paper, we elaborate the research progress in suberin his-
tochemistry, the biosynthesis pathway as well related enzymes and genes. We introduce recent advances in the transport
of suberin components intracellularly and to the cell wall, polymer assembly, and the regulation of suberin deposition and
present the research development of suberin physiological function. This research is expected to provide significant in-
formation for further research and application of suberin.
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