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Advance in a Role of PIP Aquaporins under Adversity Condition
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Abstract: Plasma membrane intrinsic proteins (PIPs) can facilitate the transmembrane transportation of water

and neutral molecule. When the plant suffers from the drought, salt and/or low temperature stress, the water
balance is usually broken by the dehydration. PIPs play an important role in maintaining water balance and fa-
cilitating water transport. This paper reviews the latest progress on PIPs under various stress conditions and the

provision of references for PIPs study is expected.
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TELEBAE R, &5 23 & MR
K5 . IR E ) B R BUROGEAE D
AATT . BN A EA G E O R, EE
S FEHEYHL K. EEENTE S H(major intrin-
sic proteins, MIPs) & {7 £ T & Wi rp i — 3
BRI B BT, RE 8 (2 a3k 7K R H v 85 A 1% 4y
T 0I5 s . U N 7E 5 H (plasma membrane
intrinsic proteins, PIPs)f&MIPsV. Z 1 — i, /5
Ko RSy F IO R 5 R ie . 7E 3. T 57
B 2 T, PIPSTEAR BERE A /K 732 i A 4k Fr 4
JL A G~ 7 T R A% A
1 PIPs#iR
1.1 PIPsHY . IR

19924E, PrestonZs(1992)7E JTifs B B2 ity v &
WL CHIP28FE R I 73 My FL 45 4, UE WIAENH AL sh Wi
' U 240 L DL R 21 20 b B A OB K Ak, 4 BT 7K
AT 5EE . CHIP28JE T-MIPH K i & 14, MIP
A 6 5 g e, By 1 B A KiEE g, CHIP28
FIMIP A B4 i B A i 525 1ok B8 1 F0 AN A H /s
4% TR IE . Maurel25(1993) & Bly-TIPX} T 7K I
R VEAE T y-TIPR A TRV B b /K i i &
H, 8y TIPFNAH M 3G R X S0 SG BE PR [ 3Rk, K

By-TIPXS T /K (8 & M S 4 AE KA % . Kam-
merloherZ§(1994)id it | F If FLsh P ik R G A 41
PR PR, 1R IR NS4 B 41 B (A frican-green-monkey
kidney cell, COS)A KIS FHAH R it . iX 28
E AR5 18 930.4~30.7 kDa, 3f HJ& TMIPZK
o BT IX U AL TR B, SRR 2k
EHMAAREAEES.

19924F, NITHE KRBT 78 /KIS fi i Re it s
RILT PIPSEIR . BEAh, BHEFER W, PIPsKR T HA
BRI ThRE, IR AIEH— N TR, B
FEH . PR, JRENCO,. BEE W5 A g
N, BRI 2 PIPs I Dy RE M A B . 3 A 90 i B,
PIPs: T HigHshesh, -S4 KA LI
1.2 PIPsHILEMI R 43 2
1.2.1 PIPsBY&EH) MIPs2— /MK HH LR F IR
W&, BRI R H I A5 Bl 23 T IR S IS
MIPs 5 H 4 57 14 12 i K 1) 8 LR O 7K LB B
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(aquaporin, AQP). KA1 & F AR I 7 21 AHALIE,
K SN TR PIPs (SRR EE 1), TIPs
(BRI A B (). NIPs (ENOD-26 A 75 25 1)+
SIPs (/MFEANEEA). XIPs (XWFEHH)
(Park%5:2010; Danielson%$2008; Chaumont%$2001;
Johanson%52001)., 7EIX5F/KFLER AWK EH, R
P FL AR A7, e L2 PIPSAITIPs. Hi T
PIPsfz -l b, (Rl ON B N E 8 5 TIPs
AT R b, B bl SCABRIENEE . B
A RILE KL B 2 HONPIPs. i, AR4E 7
H[EJEYE, Fti(Solanum lycopersicum) 3 7TFh /KL
AR 18 PIPs. 9FHTIPs. 6FNIPs. 3
FpSIPs A1 FH XIPs (Zhang%5:2013). PIPs4;F &%)
~30 kDa, Z5HL 5 89.0. XK FLER A AT 95 Ak
FE IR 5 53 M7 & B, PIPs B A 6™ 15 i o- 12 Jig
(TM1~TM6) 54N AHZEFE ) (A~EFE), ‘B FIN-R
Ui A1 C- 2R By 351 67 - 248 i Joa 00 F o b o7 T 252
AR 3 5 I 235 A 3k 2 T1A) ) 4 e 6 Joid A (B3R A
7T 28 S AN ER 6™ 15 155 245 ) 438 2 (1) 1) 4 i o 2 Joid 34
(EXR) M) Bt A PE A MR g, AAAFDRE 9 77 1) 968 N 4 i
Ji H (B 1) (ChaumontZ2001), BIFRIEI #4055
MIP 5 i 15 B A5 57 INPA (Asn-Pro-Ala) 25 #4935, 2
A Asnf R — AN AR B3 AMKIEIE, 13X 45 i)
S 3z B K ATH I i 3L Rl (BeitzZ52004; Thomas%
2002; Sui%£2001; FuZ$2000),

/\

1.2.2 PIPs9Sr3E 1EmSEFEYH, PIPs/ N
PIP1FIPIP2., 7EJUFG T+ (Arabidopsis thaliana)fl %
K(Zea mays) P ¥ RILI3FTAL . AR 4 Johanson%s:
(2001) T 443, PIPI X RAIESAAR A, N
PIP1;1~PIP1;5, PIP2 KR AL FE8 /MR I, #2404
PIP2;1~PIP2;8. Li%%(2013)iid %} #3146 (Gossypium
hirsutum) PIPs % 5 J7 51 Je 85 M %} b & B0, PIP1sAN
PIP2s ) H A5 65 a2 Jig, LA K S/NAH AR FH
W, 3 HA R A MIPsF R FHEFNPA, & A
A 142, S5PIP2sAH Ll PIP1sE A 5 K f{IN- A i Al
FATIC- K. BT PIP2IC-AK 3 B A 5 £ (17
FRALAL A5, R EEPIPLE 5) R A b E A . Ik
4, PIPLFIPIP2E A AR 77 41| B AFAE% 7+ . PIP]
FIPIP27E FLARSF 196/ 5 % o0~ W e 2 22 I ke 22k
NPAXET I B R R E B R U . X FpAS [
FEPIPIMPIP2EYjfig F (1) % R . Johansson%s
(1998)3d it JTCifs 5 B 241 g 32 1A R 40 L BLPIP2 R 3L
B PR K B E S P, (B PTP 1D B H LI 7K o
TEIEE
1.3 PIPsEYINRE

SLIG R BIPIPSTE 2 M P i B G 12§k 11 3)
. PIPSAMYBEWIZHHIK, RN T
VIR, BEEH M. JRE. CO,. WA, BHWRE
WIPIPs 5 1 0 8 A RIS N, - 453403 18 52 AR AE 5%
o bR TizfThaesh, Bt 7iia 45 /R PIPSTE (i i

NH, 4 R

K1 KL E R S5
Fig.1 Model of the structure of an AQP
51 H Chaumont&#(2001) ik FE JEAR K a- R iE(TM1~TMG), #5 MR (A~E) T . 2R BRI T AT — = MAFOGH B 77 170 47 A\ 24 I

i, MR T KFLER F IR0 . BEVRIER HoAT i LR T RINPAT 2
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A4 M A K T T PR AH AR

B IPIPs3s) BAG fR 5F 1) 22 % R (serine, Ser)
BRAE, R B AL E R . FEA)PIPS KA
TIEe M IR A AE F « HorieZ5(2011)F Kk & 4100
mmol- L") NaCIx} Kk Z (Hordeum vulgare) 4T i
AbEE, FHBAEEINEIF AR Z24 hig, RIHKIBIE
PRI R B FEA I ANaCIR, 4380, 0.1, 1.04
10 mmol- L~k 0 1) 751 &b B2 K 22 K B, 0.1
mmol- L™ $I il FFIAbHE (1) K Z2, FARI/K B35 0 .
T, BRI, KFEPIPSTE K15 /K@ iE /E R %
R RRALAE FH I AELE . PIPsELIEPIP1 FIPIP2P A
WA, BT HEIRR T 50 R e S S 47
e 5, FILEEY RN BRI AR IIEE. A
% 3 (Spinacia oleracea) 15 3| ) SoPIP 1 7E JTU G
RESH L H 22 I B 1 7K 38 ity 75, {HPIP2 ¥ [
B ED R I AR 5 1) 5 2 3% M (Tornroth 46
2006). X FhEhE SLLFAE T A KL E 3 g
FIESE, R T B AEI S . WEFTFPIP1IE AL R
DL AR KB & 1, SR S PIP2AH G B (1 A 2
KBS B . BT SR B, 7 9 RESH
HH K ZmPIP1;2 5 ZmPIP2sAH H/E F J§ = R I
FS R AKRIE D e . “4ZmPIP1:25 Th gtk K i i
B HZmPIP2s7E VA BF R i P [7) 28 08 2 1 i
Ji Xt 7K P 38 3% P (ChaumontZ$2005; FetterZs:
2004). 7EF KA, I GG H S UER T
PIP1sFIPIP2s ¥ 7 B 5 AH B AE F I e mle 24 5
FIEF, PIP1sflA 8 15 B AE N BN _E, PIP2sIU|
TE T b *4PIP1s 5PIP2s i [Al 31k B, PIP1sH 5
SEALF R L, S AR TR AR A B
SR . IR, ZmPIP1sFHIZmPIP2s ) 7
TR TR Y2 K PIP L siz 2k 81 T b 5 4l i 15 0%
PERT A TG o BEAk, PIP1SKHE A 7 v DLz fan oAt 43
T, BiEHM. MR, kK. CO,(GomesZ
2009). 40, M FHPIP1Z % A A NIAQPT, MY
R S H M, R idECOo, ¥ . £
NtAQP15AQP 15 S A&Iz ¥ 8 77 1) S236 H R B,
TEL AN BRI B 40 A R 3 ST I 3Rk,
1M H B AR 5 1 CO,Liz % € /1 (Uehlein$2003;
Biela®$1999). fiff 51 3% BIPIP 1s X} i B 2 241 Jifg b
CO & TR A A FH R ML 1 2Rk S 31— e A
F o i SCHI IR I R 1K A QP TRE WS #2 CO,L /)

5. HEVEHFAEYI A K (GomesZ52009; Ue-
hlein%52008; Flexas%£2006). AtPIP2;1{EM% 1z %
H,0,, H,O,1E A —fhifE 14 H i (reactive oxygen
species, ROS), AMY 5 %840 B U BB 5 484 %2 4
S8 B JE A 0 A 9% (DynowskiZE2008) . 4T,
Li%(2013)id & BLPIP2s (1) 3k 3R 15 RE 05 e A AL £
2N IR GRS

2 PIPs 5tz iE

2.1 PIPs5FE 8

YY) 2 BT 5, Y2 AE AR R
WK TIT 46 955 (Brédad 1995) . 1E+ TR 46 I B,
HR R K BE 1 205 AR R K FE o AR R 7K
RE T H) T B mT LB AR ES AK 20 ) LB 2k . SR
TEAF ) L2 T R WA & )ZE L%
)T AR B TR = g, R ) 3R
JERRF A 2R L 3 J2 2 20T 52 () T 52 1 B 5 (Al si-
naf52011). —LEHEYAE S MR 2 101 1358 fm) v 2
T8 R R AR A IS i K S, X ATATL A R A
LR, 30 T 52 T 58 B ORE .

EINMET BT TR EROKRE 12 1%, B4R
LR RR BT AR R, MEROK RE ) 2 b
Jt. SinghflISale (2000)% 3 A =M & (Trifolium re-
pens)TEYILET A0 FE 5 25 1k 2 $2 FH AR K R
1. [FFE, SiemensFlZwiazek (2004) % FL3E W 1L+
W (Populus tremuloides) 1t 55T 2245 (R F&1E
EEER AN T h), RILHBOKEE 0 B X
AR TFREAM T LIES/KEN & TR S KR
B ATIROK AL o R at, T2 20 T T AR R
IKEEFT7K 157 B ST SR TR E T B

VF 20 5L R, KL & EPIPs ] BLES 73 i 15
WKBET . AHA, MR SE T 7T 3N, AR EBPIPY &
K 5PIPEE H X T R = AN F R . %)
O AT ANEYFh b FI PIPEE RIAE T 5 4614 T AR
PR RIEFATH I T WKL (Aroca®$2012).
FERFIT 3TN PIPEE R, 15N R IE, 134
N ERFRIE, 9N EE 24 (Ruiz-Lozano%:2009;
Arocaf$2007). FIKM 4 REW], PIPsFEAEAL
FEF 5564 T XK B8 0 B VE FH IE A B .
5 R I PIPH: A ERe € A BE T R AT 47 € T
fe. JangZE(2007) KM, fE TR %M T, EEIFH
PIP1;4MPIP2; SH1Id 35 2 FBUK P TTR,
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Rl TR XA R S0 3 B AN R PIPRED A . B A BTG /K R K R

Table 1 Summary of drought stress effects on PIP gene expression, protein abundance, and hydraulic conductivity

in different experimental set-ups and plant species

Sk

Y Fi Ab 3 52 PIP#;53 =R B 0 . 225 Uik
pL-s-g -MPa
TR 250 mmol L' H FREAb T APIPI;3, 1,2, 2,1, 2,5 FiARIE; — — Jang%:2004
2~24h AtPIPI:1, 1:2,1:5,2:2,2;3, 2:4,
2:6,2:7, 2:8 i
e 75% g AKEAETd LsPIP2 R — TB& ArocaZ52008
B ERS SHRASAL G EMISS%~  VWPIPI L, 1,2, 2, 1R7% — — Galmés%52007
Vb M E 18%4b ¥ 7 d
I 2 PEG60004-724 h NtPIPI;1, 2;1 Ff; NtAQPI — TR Mahdieh%4:2008
(PIPI) L
Pas) TE b4 d PVPIPI; IRA%; PvPIPI;3, 21 PIP1s |- ifd; TR ArocaZ#2007
_; PvPIPI2 R PIP2s T i
ik TF-E b H8~10 d VvPIP2; 2475 VwPIPI ;1 1if — BARE T, Vandeleur452009
4R K- Tt
IKHE 20%PEGALEE10 h OsPIPI;3 Lif A — Lian%5:2004
EP'S TRAbH4 d ZmPIP1;1 V-3; ZmPIP2;5, 2,6~ ZmPIP ;2445 A Ruiz-Lozano%%
Wi; ZmPIP1;2, 1:5, 2;1, 2, 247% ZmPIP2;1, 2;5 R 2009
[ Hh S AN[EHBEPEG AL GhPIPI;1, 2;1 1-3}; GhPIP2; 2448 — Li%52009

%% Aroca(2012) SCHR AR £ 24

MIEZF TR, BSYIH ALK, EFEAKMET,
0 FG I PIP1; 4FIPIP2; 51 3k xR HEAE V)M 1)
i . Aharon%(2003) K I, ¥ JRIH A A, HhE
PIPHE[R 1 F 35 o e R AE IR W A B rh ) AR K0
I3, ABHASCRAE T R e i AEKE 7T,

B TR I T B A AR 2 A [
PIPIRIE . I AET R &M T, PIP2F AL R,
FIPIP1 85 A KA AR B (Jang252007) . {HJEPIPEE
HFE R SWoKEE S 2 %A P 2R . Zhangss
(2007) K I BRI (Jatropha curcas)Ze & 1F H %
O REREAU B E Wi 20, AEHARERUIR |
HPIP2EE A 2R, {H & HAR SR K BE 7740 T B
X PP & ] e AR BT PIP AR [ 78 o b S 41 e 5 o7
AN TR ()5 S PN o ) B3 AN TR PIP R 1 6 AR A 1) 7 67
ANIE i 51 A2 .

2.2 PIPS5{RiEMME

AU PR M A A A AR = B )
Rl . W 9€W LI BUR MY, EIR AR JL
3B Nt 2 R AR K BRI R kb o R IR A N 2
PR S0E R R T, DR A B 1 2
TER @R, KA RN AE. XMIMRIER T
BEPREZAIMR R KR FM T KA 2

FH T Z0CRE A 386 o DA K% 5 1] 7Kz B <2 i B
FH(Wan%52001). SR BUR TN RAR L, BT
AR N R N (Cucurbita ficifolia)fEARIRZR1F
HREBAN M35 R A KA, R Y Fr 5
JE 7K 533z B ) B8 150 TP IE e B R EE [ (Leess
2009, 2008). 145 i A 7K 431z i /K FLEE
BT, €K o S Hopth /N 37 (13808

Lee®5(2012)RF 52 2 I, MR IF v PIP2; 51t %=
TS LR 1) 25 T RO 3508 2 K 5 1 2E R AR A0 LE X
BAEEMNZME., &N T, PIPL;4A
PIP2;5% K HE /K FL AR [ IRk X A E FAR /N, 5
AR T, MED IR ED EEIEH . £
10 ‘CHf, PIP2; 53 35 /g IF 25 AR 3 B
BE KR, X RV PIPH) ik B 5% PR H
MK K. BRI IE BRI AR SR 25 &R
HT B 1T HH Ca(N O, ), ik IR i #1111 77 22 A, IX B
(IS 7K I8 i 5 o] B 5 A0S 2 1 I PIP 25 (1 1
TR/ LR A F A G . IX sl gt B R AR Y N 2
IR 38 5 /K FLEE B SRR r I8 Sk o0, S
TR ) AR /K 5 PIP 2 i I8 1/ 25 B IR
10 AR

TR, I — S SE R AEMGIR T 1 4b
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PRI E], HARIEE RS WE B IEH KK
o ArocaZ (2001 )R 5 HgCl, 5 56 K LI Fh 4t g
BIE REIRE R B TR SLE AS T i 5
. MatsumotoZ5(2009)iH i1k 5 77 5 Ab PR K A
(Oryza sativa){E R EH15ERE 1, KILPIP1 5 1Y)
FLEERE /) BB M K. 154 CIUR AP &, Os-
PIP1; 31 RIS G ST K FE I PLIERE 1. WEAHE
W I B ARPIP 13 1) /K2 K T OsPIP2;2 H10s-
PIP2;4, {HPIP1;3 5 A1 HAFE FH J5 2 B A& F+Os-
PIP2;28{OsPIP2;4 (1 /K& iEE . [Ht, /KFEHPIP1
H5PIP2AH HAEH 2 B E R M bR I . K
FLAR ol A A P 3o 4 e /K FL a3 () F CIR
BRI FLE AN 4PIPs KB BRI, 4T
IR 25 A AR K B R RAE e 25 1 T U A iz
R, ROHBES T —EHER&RE ALK
(FIAERE . MatsumotoZ5(2009) K ILPIP 13 615 /K 75
T A LU B A B G €4 B SR I i 52 M . (AU, PIP
X T HEPURE R G H L,

PIPX TR BT HE 2 AT DI, BT 4ERF
IR 25 1 T A A T 7K AR T A 2 T B 7K T L
BLo 46, PIPAE 44 o s 50 B vE A AR I iR &
R EIEER .

2.3 PIPs5EhpmE

TR RIREUED =B FERE, X—
METRMYET R X KRG+ E. BTE
X b XA, P T R R b B R ORI
KB EHA KER . 8 a2 IR EEY 1)
IEHEAK, HTBE K AR RN 5 BUR R
IR B A A A K 2 BR () = B R 3R

HorieZ5(2011)43 % 100, 200, 300, 400
mmol-L™" NaClabH K2, M2 K22 MR L K ZEn
A K, 7E0. 2. 4. 8. 12, 24 hiGMIPIPER X &,
KILAE 100 mmol-L™ NaClitt A= K A2 401, 10
Pl K 22 HvPIPHE Rl 30K 5 %) R ZH AR LU 33 .9 B
875 M NaCIk 1200 mmol-L7'i, KFEA4 K2
B S ADH], B, HvPIPI;2., HvPIPI;3.
HvPIPI:4. HvPIP2:1. HvPIP2;2FIHvPIP2;37E
200 mmol-L"' NaCl4b¥4 hjm, HEXLEHE T
Fé. HIULAT L, 7EShME &4 T, IX6FPIPRIA &
(N PR R VAR IR AR K. ALK I,
MBI IR AENaCIAK 960 mmol LI, 72T 4G Hr

B, HAUMIZIE 24 B T B MRS Ak
F3 dJ, HAIMBIE RS RE . Eihia
MR, MR ESZ BN, R IX R K S A2 B
T 40 i 20 41 M /K 3B BR A2 38 SR BT I R . KR
] $h 4b B 2> S BUR S A PIPEE A KB R, Wi
{1 330 200 i 2] 41 e 1) 7K 32 $a1i& 42 (Muries %5201 1
Marulanda%$2010). Lopez-PérezZ5(2009) KL, #¢
P4 224 (Brassica oleracea)tR i F180 mmol-L"' NaCl
AbEES dfE, R A A ANV R AR B R A A T A
T, SRR S 4 5, X T PIPT AE R AL B e it
VEF o 0 R AR 07 26 ol 36 25 10 B0 e W B B, AR %
Y BE R BN B AT e T S hiE is R B i
TR BRSO AE PIP 2. 9 M T B S 2 4
P a S LR G, REBIEREWE, Xeh T8
T RIPIP A VS PR B 9 (B12) (Aroca®$2012),
LiuZ5(2013)8F 55 K I, OsPIP1; 1333k 43 38K
et 25 Fohh 3 TR 52 1 . S s B BRI,
OsPIP1; 147 T Jii JELAT P 5 ) F o Luuf§(2012) %30
S P A7 TE 5 T 55 P J5 D) 2 (] A T 7K P PIP s 7/
K, HHEPAT 3 a5 PF T S AR EPIPs ) i B A
Mo HhWri 7S 4o OsPIP L 40 i i ik A 4%
HE— BB
3 PIPSHYE B A IGH

PIPSTEZIMI N &l ik EIASTT K
Ui+ EE . PIPs—MAE P A R, J2 8
FFRE ORI A IR . 1R P 2 (Matthiola
incana)"f, PIPSTERL I N 5 WX & ik 5, PIP2 5
PIP1JE i S R/ [ VR R 0 . PIP2s/E HN-AK uify 77
fE— HCOPIIAI 7¢ 2 1 52 & R X W FR A7 Sec24 20
B —A o P (DXE)YE A4 . PIPSIR Ryl it
1 /R HER R 5 /R SRR IZ T (TGN i, 13k N 731
FR(SVs)F, fJaia i & i E(PM) . PIPsil it
fil & & ASYRI2 U/ FHR & B . PIPSTEJiR
J A7 B R AN TR, T8 I P A 0 i3k N RS T R
fi o PIPSTE i i 1 P 76 4k 58 37 A2 B R B I ) A5
ST TSR, nE. KRR, H0,, 8iE i
PIPSIEAE AT S . AL FIAELE N S B A
FRRB T AT 1 N A 1E L, (L HIPIPs i P 7E 4L
2 HH 4 B 55 BT U 5 [ . PP ) 5 A 7 B4 38 it A
FREFTEM: (1) PIPSHIC-A i H BLY xx o3 7 K i
WA 25 4 78 S5 R, Q)R BEN SN AEER .
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Fig.2 Diagram representing root hydraulic conductivity responses to salt
5| H ArocaZs(2012) ik »

T4 % 5 /N (CCVs)E TGN B R AN
W o, (FFCCVSTE FEH A4 R e, MM
HPIPs— Hgk NI J5, 78 H 3 Hna i = o s iy
WAL 3 TGN, PIPsES FF TGN G FRig i 22 22 i/
P (MVB) B [ AR 1T 22 418 5 28 BUA TR TGN H,
FLplatbr 5 2 B 7 e 1442 B2 H (sorting nexin 1,
SNX1)FR%E. #hHiE 2 T SPIPs 2 i B2 A0 Al N 72
tho FRBHESETZ RME3RE, B3z 572
TEPIPs_ N bz RABFU, b5 02 ZB A%
fi#t(Hachez452013).

KEWFTUE B, 7KL EE 1 75 18 A ) S 34 55 ol
B R R E AR . PIPSTE i I _Fia fa i
= IR R T R A R T R A 85 MO ) O
7o a2 SEHREE RECNR, £ MK
PRI N 5 BE 4y B AN FEAL, IX Fh N 7E AL 2 4
P A1 FH 1 98 5] A2 1 (Geldner2$2003) . 2k i id )
07 T+ PIPs (K A A2 i A FH o B2 A4 82 I ) iy 1
SE 1), T BLos T 84N My P PIPs ) B i A FH T iR |
PIPsTiE M 3 1) 225 (BoursiacZ£2008; MartiniéreZs
2012). F1100 mmol-L" NaCI4b ¥l B 7745 minfll
2 hJE LA APIP2; 1 Y40 il PN 351 45 #4 (Boursiac
2£2005). 24150 mmol-L"' NaClkb¥H45 min/5, 1E
ST PR 11 B 3 45 44 R K R APIP2; 1R 22 (Bour-

siac%52008). BoursiacZs A\ [S2IGE A, 242k il
5 P ORI TV K B 22 51 PIP 2 R AR R
HHTPIPEE AR R, Y Re b isE RO R, I H
o I 558 i 1A e o %) 401 R TR S A A IR
AN £ P18 R PIP AR 1 4 34 I R AT T 7T B,
7E #5838 T~ AtPTP2; 1 45 34 3 28 2 25 39 1 (Marti-
niére2£2012; BoursiacZ$2005; LuudE2012). L
SR 7L ] BTN o T I (0 Y B L D O N
KEF RPIPH H, 12 R4 A PIP & A G FF,
i H e AL T B R AT RE; KR s FE )
R E AL 2 N RPIPEE A A I 2, [RIFE 23 ik
A RCPIPER [, AT LT 2 o aE B4 5 560 48 4 7= A 1Y)
L, AR ) PRI TS R P B AR . e AR B e
AR A N K B IR 35 2 5 B4 M W HLO, I FRL R,
R HUIH,0, 175 3 PIPs 20 fitd PN 2 52 o7, & A2 19 o
VBIF 1t I\ TT 2 B 858 3 ) — o B B M S
(MartiniéreZ£2012).

PIPs iz ¥ i 15 /2 il 2 PIPER H it iz i 22 i
I R AR LD REI CHE R 25 . B3R5 B X T
PIPHE H R HAEH AR I N . dH /KILEE
FERIE b DL SRAATE AP AE . ALK I, PIPLA
PIP2 ) AH HL A AL A5 PIP 1s A PA J5it DX B 37 € 7 - o
JBE b, AT R 5 4 5T R 1K 7K 2 0 M (Fetter 55
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2004). FH4b, i@ESDS-PAGESZE /& FIL, PIPsid ¥
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