NPT 9010 2179w DIPIPIWIN W TIWDT NI AVOWIT TN
FINYPINT3 W 7MW 91V DD NPT

(Grevillea 'Spiderman’')

2R3 NTIaY
NYAD .77 B2 'Y 720920 1R L,NIRDPAY TuRIpeh nwan
2IPWITI2 NINAYT TWITMING D

"NIRDPIT CWTRA AR RN Nhap awh

NRR”

209X 7N

2009 23729 12779 p''en N



DWW AN AW T TIAY

TORR PR "'
20PN INRY NPRYPA NI¥IN PRR Ao

1PN 1990 L, ORDPAN Pnna PN

2797 [oY 'O
L0 .7 0727 WY MIRDPA AP0 MR VT 1onn
N°M0 .77 U2 W'Y 727201 P ,NMIRDRAR TuIpai

DY9WI7° NPV U0 IR



a7 o NITITY S1Ra2
STNTT 9D TTIRD 1YY 192N L7720 NPIRPRR NTIAY DR MDY 12T 2ITIND

LOTI-0107999 719110 9" 7D 7139 17N 30 M2

S37Y 2PYY 90,7002 ,TIR LRIRD TR ,IBARY R 207D NN Yo

LR L,TT9PR TTAURD IMNTIAY TOTRR NAWRT JINTY T2 L,TIYT DY 2vaTiven Yob

JTI9IRD TR 19N

JHPLC -7 9owon ndysia 79107 Y 1008 Aponnamm 9 apys 3"

ST IR IV DY PONRD mpbma van bob

bR IO9IN2 FIRTIT STV DY INTIYR 2D MRRT DT 110R7R DW 1IN '51p

2992107



Y™ N2k

DN 2R MNIRY
Jomnn nawnn YoM
my 1YY Manh

TN 93 TIRY

212Y TN



i

O o0 W L K~ W NN

[ S e e S S T e S e S S g e e = Sy Sy
S O VW O VW LV O O O L N N N M B W W

2°1%%2977 1270

2O N
T°3pn
M"5D nvpeY Nan .1
P Rw a1
7°0P M0 W MIPTITT NP2 2R o 2.1
orrpws .1.2.1
0K .2.2.1
12°0R) 2P Hw poma con 3.2.1
el 4.2.1
mnnno 5.2.1
yoan-1Ipn o .6.2.1
19210 *pon oK L7.2.1
NYAMANDY DO1IPIVR ,NITRYIANR P2 Wwpi .8.2.1
7O0P D Yy nwavand nyown (3.1
DUIART 1 WY 2179 NPND Sy Mnvand nyow: .1.3.1
DUIAR2 DAY 200 YW ayan 2.3.1
RN M0 HY nvavans nyown 3.3.1
77ava mavn 4.1
MW 29I .2
o .1.2
12 21920 N T 2.2
MR 772 Nyap 3.2
77°79 991y LR
7°I9n MIva ornn o077 L 1.3.2
DVAART M qwn 2.3.2
oo IR Ppwian ww 3.3.2
VP IV 212K NN 707N N0 NYHP YW APty 4.3.2
o°nD .2
Hyi Ty 9Puya (RWC) nvon oon n?on 5.3.2
D°LIAD NP1 XN .6.3.2

nnans n1an .7.3.2



20
21
21
21
22
22
23
23

28

28
28
28
28
31
31
35
36
36
43
46
47

47
47
51
53
53
54
55

56

0°0°07% 0°70I10 .X
120y .2
NITRYI2R M?°vo .8.3.2
71251 N0 .9.3.2
12°DR X anvws 2xp . 10.3.2
WO VO MmNl 4.2
nRxIn .3
DIV MR HY HVIART NOYANA 1010 XYY QY DOIIPIVRT D DWW 19X 2w avewna nna L1.3
IR SW AnD
MR 771 DY L5078 ND7ANA NN210 2V 197w, 0011108 719°20 Y1900 W nyownn nna 2.3
SUAART PN 2N IR Sw Mimon v
M°79:7 91y YW D01 o qwn L1.2.3
mnan nne L2.2.3
Mo NPT N L3.2.3
N5 2°1N97 YW oy nnng .4.2.3
o° 179 nws 5.2.3
797 Q1Y YW 0w Spwn .6.2.3
T QYA oo TTIRD L7.2.3
D°1I77977 YW w2 v Hpwn .8.2.3
D°11192 NP0 2 NN 9.2.3
D° 192 oouIAen N .10.2.3
DM AROWIT 2XPY 12°NR NX» 11.2.3
117210 NDOYT OV NP°W DO IPIVIXI AROINI MITIDN KW 77720 291900 YW nyownn nna 3.3
DUIART 1M 2N MRANDI DWW 2077 19200 ,700pa Y D2
0PI IV 109237 N0 Nwop .1.3.3
Q11792 2°0°07 2910 19°1Y NN L2.3.3
D°11792 NITRYIAK My .3.3.3
"7 4
MITPO0' ARYDINNA N0 DWW MR ¥ oW 19N DTN nyow (1.4
M77°°90" ROINTI D SW MR D°W3A BA -1 N V0 R¥21 TDZ .1.2.4
212°V MYXARA NPWYI 1R 1977700 AR 100 YW MR MDA U rrpwxn nvown 2.2.4
TNPWIT AP NIVPT IR 12NR X
T KW MIRT HY 207AR2 111210 N0 TDZ R BA -2 19020 HYw a7wnn 7o0ui nyosw: 3.4



56
58
59
60
61

63
64
72

RN
D°1I77D NAPNDY S0ARA n wn L1.3.4
NOLYI %Y OIS W .2.3.4
QM9 AN NI oo TRk L3.3.4
2OVYT OV DOINTD (DOTRUYINPY 91H2) DOVIANDT N 4.3.4
77792 NMIRYAND TR 7Y 217AR2 1171210 N0 TDZ R BA -2 19020 Hw 27wnn 700w nyow: 4.4
RN
010 .54
nYEL N L5
29RITID NN - 11501 .6

DORAIND RPN



ACC = 1-Aminocyclopropane-1-carboxylic acid
AVG = aminoethoxyvinylglycine

AZ = abscission zone

BA = benzyladenine (6-benzylaminopurine)
BCA = bicinchoninic acid

Bq = Becquerel

BSA = bovine serum albumin

BW = branch weigh

CPPU = forchlorfenuron

DW = dry weight

EDTA = ethylene diamine tetra acetic acid

FW = fresh weight

HEPES = 4-2-hydroxyethyl-1-piperazineethanesulfonic acid

8- HQC = 8-hydroxyquinoline citrate
HPLC= high pressure liquid chromatography
1-MCP = 1-methylcyclopropene

nm = nanometer

OD = optical density

ppm = parts per million

RWC = relative water content

TDZ = thidiazuron

TW = turgid weight

STS = silver thiosulfate
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MTLIDAY NP7 ,NIPVPART NP2 ,MNW NIPYY 721302 N2 T9°NRA NIN0 .NI1°D NYWaAM AnD
(Yang and 200X 220707 IR 2O9p 007 09WM 023092 Ap2TT L,NNRON YO0 0% NpY ,N1NND
.Hoffman, 1984; Abeles, 1987; Abeles et al., 1992)

(Serek et al., *INTIR W NLT NPRA T2°NKRD TP HW NMDTD 721302 NITAN 12°NRD MW
Ox DOWOA O ,02I0PR YR DTN MIPTIAT 72N 120K XM w12 KXW 2R 20100 .2006)
%I ,0°K A0, 001D DIWY ,NRT DAY .0PI0RR 7R QPR 19X NMYDIN 2O QPRY 2°719 NN 120KR?
(Woltering and Van 7737 °"Y DIP12n A1K) 12°DR 2w MO RO nwhNnm NIpTIAn o2 L1900
PR NPT NN L1DNX M 0w 0vanona o°n192 .Doorn, 1988; Serek et al., 2006)
MNTPNAR 2apna oNupnhpa XWa NR? A7 TR qWRnawd L1NR XM ancwia 0 7ova
2°2pn2 NWRINK NN Y NPT 0 0pnhp 2o ((Woltering and Van Doorn, 1988) npran
nram Cnxen 12°nx? anowm ,(Halevy and Mayak, 1979; Serek et al., 2006) 12°nX 5w 2231 M85
.(Borochov and Woodson, 1989; Reid et al., 1989) 77°w1 W 7w n32 nRVANKDT MIPTIIT DX

717 .(2005 ,'23m °R7) 1RO 12°NKRY 2NWAT N1NAN DWW ARMNNT CI7 1°2 720 MW Dvp
,(STS) silver thiosulfate :1130 12°nNR 5w MY 25¥12 0°910°0 1991 12°NR? 7IR7 WA ‘Pink Princess’
1M9°w (AVG) aminoethoxyvinylglycine 15 12°nR %> *25v71 W (1-MCP) 1- methylcyclopropene
QW MIPTIAN 23 DR 1DPW IRNWIT 12°NKRT MR 2x¥p2 270w, ‘Robin Gordon’ 112 .0°m097 MR DR
‘Misty -1 ‘Honey Gem’ ,*Calundra Gem’ 2°112 .m1p7177 nR 25°Y 1-MCP -2 919°01 ,507382 2°1190
LUK 1w By aveewa X2 (Myw 24 qwn n'n 1) 21x0n 19°0KR° no°wn ,Pink’

ROW RN LMIPTIIT 72002 79Y 10700 AR S NMINT5N2Y 20772 202 1NR XY
TORN) TWIR AT ROW R¥AD KD IR LPVIARA 5 Q12 000 Ty YW MIwNam amenoa av 12NN nnoa
TIPORM LTPNY0' RN D DY Twan By ayowa X HYIART nomn? 2210 nooia (2005 L'
MIPTIT DR PR N800 12°0R? WA K17 09 ,(Joycee et al., 1995) syav »Mupnohp 19K 1190w a0
(Setyadjit et al., 2004b) '7>179°0' AR°2°1173 192 Y¥12W R P2 .(Joyce and Beal, 1999) oonnon
SR ROW KDY IR 7 0 TV N2 0V A0™ 3 0PnY L5078 3 0 TV TN 50T 19NRT NROW XY
7202 MR 707 12NRT DW 02000 XTI LWNTA 7AX1NAY AW 7707 05X D1WRIT 0002
Setyadjit et al., ) 7R 21192 DYV NIPTIIT 22200 DR TIWWNT DNXT IR T2NRY IR 1991, NPT
.(2004b

159N 233O W PRI e L3.2.1

,MIPTIA S20U700 DOITY DOPIPIVORY NRA M2 MTAV 1PAI 1NR D1 172 PIORIAT 0

NNADIA WA IR 0PRIRPT XOWT NPT 12°NRT IX% 23 NNADTA DY oMY YD ORI YW 702
M9 IRYAI DOV MY INR XM 2DV MYIARD MIPTHT 21D°V0 MW NI LIPNRY M
(Eisinger, 12°NR7 ¥ 70097 2pY L1790 NN HW DVIART N2 A00¥% 093 Purpa 910w Loy

1-Aminocyclopropane-1- n3°577 NR 22°Y 1M2°% YW D % 1w BA -2 opn D190 ,1977)



(Mor et al., MIp7II2 NMWPW *17IRT ACC -2 77590 DR ¥1) 12°nR% 1¥on (ACC) carboxylic acid
I 122NRT NP2 OV DY omT o ,nona .1983; Cook et al., 1985; Cook and Van Staden, 1988)
(Van Staden et al., ) MIpTI7 772002 DOIPIET NN 37017 °2pna 11199 M2 12°NRY Mwana
DY 0130170 2MN¥A DUPIPIVORT 1R 0¥ 723N NPT NN 19°NRD MwcAna 370 DY R L1987
NNMSRA 7720 L7 oot BA -2 79020 20! Ak na o2 ax L(Chang et al., 2003) 701w
mn2 77w L10% AR L(Setyadjit et al., 2004a,b) 021057 W PIN0IT NHPO2 CINTIR 12°NRD DWW
(Van ) 12°DR7 82 7»9970 QY a2°0naw  NIpTia? MR DPAR a910° anpi2 OPPPIE YW NINTIRG
.(Halevy and Mayak, 1981) 12°nX? 0°n997 mw a2 7059 9°2pna ,Staden et al., 1988
s 4.2.1

I AT SN L NOART TWH 23D NP2 T2WN MYAYR DY 03 R 0I0 NI YW 0w axp
NPIPNY NPVATIR MW AT KRoND 97 WINT 1YY SN0 9730 AP0 M2 AWl A%P .00 W YuIaRa
7797w NI AND°I2 2NN [N9AWD QNA0pn TV W 0°27 0°7192 ARCWIT .NINNONM A9°7) ,0°KRN
QW 91077 25WN DY ONARn 07 190 NRD AN9nn L(NM0pRdhp andwl) andwIa nodua ALYn LNaann
.(Halevy and Mayak, 1979) >ni w1 17102102 7100272 Y1217 79127 32°W13 7 77°7° .NIpTiaa

N0 AR Dwnh D 00X DUTAR M WA QY 21T ORNN2 RXAI1 T2 920w axp
(Joyce et al., 1995; Joyce and Beal, 1999; %P SR »M NP2 M3 O2°W3 2¥p2 NIMDNAT
TARY TND0' RN AW 2P OW 1T DTN 070 DY M 19K onaRna LSetyadjit et al., 2004a,b)
,TOWIA T AINT TR WARND DUIIRT 1N 7900 T°WI2 DWW 0230 MDY NIRXIN NIRIM IR P0pI
TWR DR IDIRAW AR 7192 1192102 D190 LOVIART 1M 72002 NP2 1w R¥NI RD DINRT W)
D772 2NN HW ARWIT 2XP2 DOIW IRXNAI XYY ,NIMIONT DWW A%P DY WOWh X7 L, PUIART N

.(Joyce et al., 1995: Setyadjit et al., 2004a,b) 2>2w mMnnon7 *25Wa
nonne S.2.1

NI ,ARXA NINNONT TWAT? PRI DR NNAR NR%2 ATN0IIDT TRANa MR MnRoanod
W orALRmM TPONT .O°IWN DOYO1A0A NTPXYH RXIM MWD TPATIRD ,0°RNT IR 0°1127 2207 UIV0AID
12 12VXTW DKM WRIPAD 2N DR ARZH PREINT QWP 719 1OV L7002 1PN 9°0R M9 N
DUIAR 797 P MR YOI DY AW AYOWI TIW 120 MINCANST 297771 7172 1971 00T 79002
I APUPT NRD 7YV 21D 17 Nk 2°0wp 0192 910 N L(Halevy and Mayak, 1979, 1981)
TANIR MPRD 3T ,0°0Wp D192 NP2 WR TPON 2°0°0N7 0007 LJwnnn 1DIR2 HUIART NoYana
M ANANT LAY SVINDINRT HROXIVIDY DTN WA 293D TN IMNOT F2TAT 2277007 Wi NIIXIWY
.(Halevy and Mayak 1979, 1981; Kuiper et al., 1991) o> nuv>op? v

T wan 02°9an2 Dwawnd (MNOPA) 2I1210-T1 OPT NP NP NINMMADT M

012 57RO WP T MMWRT NUPD-B -1 NPRA-00 PW MR M0 T°790°T XIT 110910 .H%a

1210 .72 PANIR MWD AR W AP L,ANKA 77230 NIDIWRA YT PUYa 19100 100 11000



,ADOWIA IR0 MR LNOWAIDILID 2OVD OPRY D2I2OR? 792w DAY ,I7IRIPRID AR PIN0O¥A ThI0n
(Tymowska-Lalanne and 721R1pR112 IR 211072 ,00291DRA 0M210-T7 A1TT0 MWL 9120 111007
TARIY DOVOPHIMN?O2 IR 1RV IPIPA Pw MR 2071 L,(7910-27) 9w Wi 120y Kreis, 1998)
T2%Y NPAR Nnan onnen IR N2 107 L(Tymowska-Lalanne and Kreis, 1998) oovo9m177ya
TP AN PO ,DOMNONNT DOYPDA NAVRA 12°AYI 02,007 10,210 (MIXIAP CNWY NAWA NI
DW Nownnn 7ITAY 2P O 12N YW NIN20ET PR 072 2°0091 L1797 NPND AT 0°01 12107 770 2N
N2VXN 12°RYT 072,007 D MIANONT TATA NVAYANDT NN 2077 DWW MINWAN 72230 ,7TRT L0000
D PR RS D192 17 720772 1PN L0009 DAPND 112 NIPYRA? PI5NnT NINWN WA Wiawm) 0°Ypo2
(Sacalis and Durkin, 1972; Sacalis and 2°90p 0°719 W N2Ivn2 17 1A% Y D°IpT0aY 00NN
Chin, 1976; Ho and Nichols, 1977; Nichols and Ho, 1979; Goszczynska et al., 1990; Kuiper et

.al., 1991, 1995; Van Doorn et al., 1991; Kumar et al., 2007)

1191 3% -2 LTPANIR NONNWM NIKAND YW PO DN andwid 7w Baue210D ninnnD

2x¥p MpP>72n .(Nichols and Ho, 1979) n®53n 9717 9812 72°w1% 11 19182 7X131 2°777 22 NNon *%y2
T W NINKANDT MW ,R¥AI NINDT DY MYEINAT NINPRT NMRANDT DR WM NN 98 YW anvwin
797237 25waw a1 .(Kuiper et al., 1995) myw 48 -5 *niywi 17002100 Yo7 25Wa apvdon Mo TR" 1
monws (Mpn? 0°I917) DAIPTIAT NIMDT YN MY T8 M) ,MNopna 0wy PUTY Nnon Y
(Cook and Van Staden, 1983; Featonby-Smith 175°%2 Swn% R¥HIW 253 ,(¥2212 N2DYTT) MNonA
190 MDA DATIAW °HD 2N IR NP 2OPYE 27197 O3 YD MDY 9K o et al., 1987)
,X¥n1 no12 .(Halevy and Mayak, 1981; Borochov and Woodson, 1989; Waithaka et al., 2001)
(Nichols and Ho, 1975; Sacalis and Chin, nmmnio 2w 70923 a2 Da»p 20IpTm 19°8 n0aw

DIPTIAT T7P90N N2MND 2MNT 1R MINANOT NnNa 70 1971,1976)

0777w SUMADIRT PRONIVIDIT DR 79U DO 02027 1077 IMWINDIN_ IRIRIWIDY MPrD nyavans

11210 HW aPYINTONY KA1 ONPAR S9WAR2 Wi 0 .N1PTA0 DY MM oo 1P an?1o’ R owm
(Lambrechts and Kolloffel, 27 nw%p nX nIown 9921 ,0°RN7 90 UINDIRG PROXIIDT DR 17797
P L0023 2°HYa PWRIT 2PW2 R¥NI PN0T L1071 11N2102 HYIAR UNAY 171908 0072 .1993)
(Sacalis and Durkin, 1972; 19°Ww:1 777 221797 DR 1230777 92107 2W 39130 700 0°1797 NAPND 770mn2
(Frommer et 0°27 2°AY 112 79°W2 NI NP Andnon X1 1110 .Sacalis and Chin, 1976)
N2 RIIW MRD P IR MDD DUTINRT YAV 27 KOW MKMW NAOT 12 R 170100 Lal., 1996)
Or21201? DO1NT DY 21D RN Y92 NMPPI2 IR MPR MNP 2TINNT 2R TIR MY OURTIR P
,07 PR IR DMADING PROXIIDT 'Y NP TRRIPRNA 1010 nuhpw nrn (Hawker et al., 1976)
TIP123 DW 317 NOXAN 7397 119210 YW NPIDMA0IRT N1 ,030I10-T17 NIAK 1D HY TNI10 NINARY MDY I
'Y 177207 RN 1IMWR NN20W LKA TR TR 9 Hw 2°kn n°ana L(Yelle et al., 1988) nupio
,0%9°DD DORWI NIV Y7217 RN 0°0HP1 0°1210-711 19172 OPART TRVIANK 'Y A191N7°7 12w DKW

.(Ehness and Roitsch, 1997) 2°p10°s Mo oorm aphnw



SNP2 TPON WY NIAMANORW T ¥ MIYCAXNT MMNTYIT M0 MNINRT 20w R8s nindnne

MNsNM NIPY? N2 ,01°71207 W 772 07130 MWAYH MR ANDIY ,8XH1 .2V 1IRINY 2°7°P5N7 702
"'y nonnn nanand mMyxnaRa 7727 (Rolland et al,. 2002, 2006; Rolland and Sheen, 2005) nnxn
(Rolland 12°R71 2w MinnonT 22w 72°20 "RIN2 21200 MR 20 2°TRA 2OIX1HY 000 MNIR
et al., 2006)
PIPWD W ,DOVNR0N Q0¥ 1M ,TIPR DRpY YW MDYoa hY TawS L7011 NINSANDT Nn TWRD
n37Yn "y RO 7P PRM NIRRT MY DWYINTY INPDIIDY MWOITI .DWALIM DY I
Y727 IR PN ORN2 VORI MR NPA? M1 21000 MIPYAY KR¥A1 .NINAND DY NINIK 2y Yw
,(0721207 M52 DIRY) NPYPA YW ooM9RIR 7012 .(Rolland and Sheen, 2005; Rolland et al., 2006)
(Godt et al., 1995; Roitsch et 207 013 NP2 NPT NYOWS IR MPR2 2°713° 1007 0972w DKW
NMITNN0RD JPRW 117210 2w MATAA WANWS NINKANET DW NMINIRT 92¥n N2Iyn IR 7nh2 >0 .al., 1995)
MININT D2V 50 2o 2991907 IRXNAI 0 N7 ORTIR D myoh MR 3 199 ,00RY oonnxa
MIRYPT NP0 KY DIHND? 200X 209170 OTAn MDY MRnn? 7191 7h0n 1aava
(Sinha 2»X?°Y 2°mH%2 N AN 'Y NINNAY MNINT NN2VT W M2WAT 9V DK 1T D237 NOWnT
.etal., 2002)
772 7901 MYDWIR NMTY 1720 ,2°°A171°0°0 2°2°770 NP2 MINANDa YW AW vewnh o2
»19% 12> .(Eisinger, 1977; Leon and Sheen, 2003; Lara et al., 2004) 2>ma¥ 0213m717 1°2% Minonnon
NR 77237 TN210 TWRD L1 1D DW DVTART N Wi NN D°20VD DOP1PIVIR NNANAMD 3 INT 20w
o»vix 2°mnl .(Mayak and Dilley, 1976) £°910p 179°% 110 5w MIPTIT 20911 D118 NYOw:
N3IYn P2 POR 0N HW 207 AR OYPW LRI 0°0A1T°AINR NINKAND YW NINIRD D°LIVINA 01DV
™1 5w e own LSwnh ooy (Leon and Sheen, 2003) 2o1mMan 1927 niadans YW MNIRG
R 779 MW o0 ,nona L(Lara et al., 2004) 0°9v nIpTIT 2037 2710 YINT LIDIT IRDIANKRY TR
77y .(Moalem-Beno et al., 1997) 7109 5w nIMD "9y PX0IAND DWnn 21902 Sw avownn
(Lukaszewska, °1wax ,(Kuiper et al., 1991) 771 1> ,0°119 q90m2 M7 2°0°972°% 2"y 17210 Nwop
0°721077 NW2P 2XP DR 02720 0092w K31 L0072 (Moalem-Beno et al., 1997) m1wo1 1995)
ANy 727 Ao 700w My (Kuiper et al., 1991) namon 992 19910 5w DO2LRPR 70hp 2277w
(Goszeczynska et 7Y a0 OPR 0210971273 DT MY L(PPAIA NYOWIT) NNO0 IR NP1 MO
XOWT DR M 0PI O L,DOPPPIWN Dw MY a7 a0 192 GAz -2 990 nyown .al., 1990)
Qv Naans S mRPRILIR oY oomT o3 01w .(Bossé and Van Staden, 1989) 12°nR Hw qwpnhpn
(Van omap7m1 nR n7 72 2" 19°0RD 0°°00pnhp 200 DWW NIWCATT DR N0 NINCHnow XX L19NKR
TARIIW L12PNRT NYOW NN MY LIRWS P2 ,1N00% HW DRI 2N TWn DR T°IRT 119910 .Doorn, 2001)
(Mayak and Dilley, 1976; Halevy 12°nR77 018> 212° 2"V IR/1 12°DKR7 2P0 MW 3l nnnon "'y AR
,MINNAD2 19°0 1NN IR 120 °NR NYOWIA NIPTIN 77 0M0aw 0°13 10 w3 .and Mayak, 1979)

.(Hoeberichts et al., 2007) 12°nX 2w 213°077 72¥n W 0°20¥710 MOYID M0 0K NINAND 5 1177 R¥HN



yoan-11pn %ot .6.2.1

77K DINPA 12D LDIDMX AW AR MINAND N1 MR MYV 002 200V 10 PR Dnpd
990 DP9 OPRY 0°ARY IR LDV 2°0 130 ,N°0N1DINID 1739727 2°9°V0 NITD 22I2RD MRND NIRYMN
MANBNAR 72722 1217 90 22INWmY 22Y13p Q1R YHAR-1pR M MDY DWW 120 ,NPUN10IID A1°Nan
IROW W2 ,00PYET 2OV WMWY MIRITH NINANDT N°2772 20U TN Tonna ,5wn nnka ow
.(Roitsch et al., 2000) 77°3& >12R? WX D°NONHT NTPD? PV MaMIA NINANDT A9

MYY5 NWRINKM ,N17°521 0°77192 DY DMA? Y2207 DW 1IN0 DR ORI AN RIT V97 pHn
My»Wwn ,0°2 N0 NPIRP MNVIDAY 1D MW MPY P10 ¥9an 2wawn 07 19971 ,n023% 1°Nnnen;
;110 Pw P10 napaw veia L(Halevy, 1987) onbw v2ani awo DR MW 2am) S09m 17797 MR 7Y
,TIN2102 2RI 22117 111005 R M0 892 .(Ho, 1988) ¥22n77 prin? »2°31°2 a0 annn ,221ma 19107 XY
DORAVAT DOYAVYAT DW TTART IR 77997 9072 M0 25w PRI M0 210D L1y IR NINopn
.(Ho, 1988) P11 nX 7521 ,0°ynuna X257 ¥9217 N915° IR Wap° 117210 2°P79107 2RI 70909 .v7anb
PR NP Y92A5 YW PRI 0OINNK Y927 AR NIRENIA Y927 PTIN2 M0 Y9212 59107 101077 1107
Yo% WOW AYOWIT °ImY 7797 DT DY WhOWwa ¥oan-0Ipn S0 T¥°D 2721 N1PXIT ONND OV VXIAWw pnna
LJOR TP Y0an/Mpn o wRD 1Y mon P Xenl (Carvalho et al., 2006) Mpna prn oy whn
D°°778T MO 21X YW 07 TYINT O3 LAN9Y MPnRn MYYOWI IR QIA DY 0179 NIND 1w mvd
779 WRA NP 273 70n DY AN T T VT TIPTPR RXMIW 1D L7007 P70 DY vewn anvd
DY73 7P DOVALIAT DY N NG WNONIW 2OVPDIT OV IINNT NWRI INANTY 197 0778 Qv DY nnanaw
,D°VA0 M2XY 12w NPMANNT NP1 112 19N 1797 YW ONART DTIAT 127 790737 DROXIVID 12 000 LNy
mnnanaL axIna ¥9an% Mpnn 12 nnennoa np1on L(Carvalho et al., 2006) NPW0Ix 79P2 DAN RYNI XM
N9237 7aws 0 0", 92300 NOAYR2 19w LIRDTIAT DR 720 79w TN10 YW R0 (NN YW a0 Tn
117030 X129 22 79w AP2I9Y OX M2WR 7Y 07 MO0 P12 DDAV DONUTIR 29T PR anvr
.(Ehness and Roitsch, 1997) ¥%2n:7 125K

DR DRV X771 ,¥22271 PR NP2 Ma2Wwn N2 "y NYvapl 7797 OR 1Y°3AT 22719107 Niad
>M2ww 020 .(Ho and Nichols, 1977) 0»»°191 002220 W7 721302 M2°Y57 N1 YW 21910
(Roitsch, TRULI2IR 1M ,¥9217 0MDOXDHON DA TIR DTN DPLNIDIVID DI YW "V D°RITH OrAwA
M2RY PRI PV DOYRLINT DR Y37 M KIT,NN0107 11997 5Y 0012RW ,10a YR 2on ,A01a .1999)
nX5Y7 .(Strum and Tang, 1999) ¥%27 M2% 07N RIWHI NOVRTIR M2°YD "'V 119210 P17 19771 ,¥7200
0°27 DPRAW RN ,0°97217 N AT DOVRLI DD YW 792177 70572 DTN 1K AIN10WIDT 2Xp
¥y M3 .(Ho and Nichols, 1977) 2ov%2n% R X1 P02 120 12°037 9930 2oYnumin 2178 pon
(Ho and Nichols, 7% 177 2o12°1IR 'Y NOINT 02010 YW ar120a% WP 0°n1o 5w NN "yl
.(Nichols and Ho, 1979) 1%y 2°210:1 2°2¥2 Nwanoin 11277 ,0°1192 MR *Hy 11017 WwRd . 1977)

.0°9¥% NN %Y P2 NP MI2NA 9N AT XY



ARTID IR LNPIPANA MW TRYIALKR MY 217D 21 TN2107 12 KA AD°Wan 119108 YW A0

O°RN2 D°W9P1 0°II0-TT ,VOYDIDR AT N2W 1II0T ,0°N0N DONNKA LMNXY maxn Inwn RIw
RITY 119210 2w 2ORWI "'V IRIID WY1 2°RNT Y NN2107 NYOR L,00INKR DA% .0°0DODD DORWI NVEARI
(Leigh et al., 1979; Tymowska- 1 71302 171973 N°3AT 12 NMWORT °NW W 2P 190° .02 PIonn
oW N2Ww MW ¥ (Eschrich and Eschrich, 1992) o'%7wan 7nk .Lalanne and Kreis, 1998)
MY Yo .LOYDIRY I9°WT P2 TN YW DO DY AW MW T92) ,ATINTT T2 X7 QW ,V07DIDRY
DY .IDOWIAN NPORD 7IP°7D N AW WRD LIDOWAN P70 DWW ¥AINT MIT DR ANAR 91T TRV
M?I2° IR NINOPIN .U9an MPYHY 01A7 MPOD0n 119K 792377 MY 17210 S0 MmIax Mina LaT H7n
MY 9120 KT APNTI 2w K? MI2I07 OK L7219 <N2AVXR 3T 1971 La9°Wh 37I MDaom nvad
192177 MR’
DTXY HXIN RIT OW ,PI°D KD 72°2179 RND VOYDIDRAN ¥1 NI0T IMAAW W01 LT 970D T
7P°792 2w KD D9 ORN-YIN TRVIAPKR T 97IMa L(Sturm et al., 1995) nOHona 12YD TAR1 R 90T
TP°I97 DYXANAW 19°7) DUWNWY 2OV A0 ,0°U7212 19170 TRUIAPR OV SLOYDDRT 2PN .ID°WnN

.(1992) Eschrich and Eschrich 5w 977 nk arn ,(7o°wnn

119290 9pnen 2N L7.2.1

;111210 DPNOM DT 90D DR
Mup1o UDP-Glucose -7 177910 7917w TRID0INTY 712773 X177 - (sucrose synthase) IXN0 117910
:UDP mno1ua

Sucrose + UDP — > UDP-Glucose + Fructose

TIVPINDY TPIA? T2I0 PIDRW IRV X - (invertase) IXUITK

TRUTAIR
Sucrose + HHO ————» Glucose + Fructose

TRNID 117210W TIW2A ,NXINI D°RN NPIPA 7IW° 172 ,MITNONM MNP SBIPMIT DOTIR K17 TRDI2NT
(Ehness and Roitsch, (M7°9) 22w7w) 77°3K2 NMAWN 211D MR DRI 02K P0IMT 17
TP MDY MAN2 IR LDTIRG W MY y¥ann 00000 10 .1997; Strum and Tang, 1999)
My Mo Hw araa L(Roitsch et al., 1995; Ranwala and Miller, 1997, 1998) mnnanin
(Tymowska-Lalanne and Kreis, T°577 X7 IRN1D 117210 "'V 19w 72,7379 *ND2 X7 TRVIA1NR
TRUI2IR O3 IRTID IR X0 IRDI2TR RYT N0 2w arHauna N2 Yo 0MIRG 17198 02 .1998)
,02777 DIOR YW 17192 ,NRT DAY LN TI0p 72 DM 05 N1 22751 TR 117910 O3 TN
.(Hawker et al., 1976) 7I8» 177123 7172 27U 9XmI7 TRUI21KR 710121 TRND 110210 KW Mo 12
DAY 12 DOIPINR2 1TIPR T DOTIR OV NP2 00N YN .0OMNYA TIND PIDI TRDI2INT

oM NI NP2 MDD W OTR TIR 2990 LIRLIAPR a0 awthw oon»p (Ho, 1988) nymvom
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pH -7 Xn2 ompan "oy 2270 TRVIAVRT N0 MIPW .1 71O02 TXINNI RN 2N 2NN 2PN
(Tymowska-Lalanne and Kreis, 1998; Sergeeva and Vreugdenhil, 2002; am>°y5? “HR1 WD
:Strum and Tang, 1999)

XN 19172 wp (extracellular/cell wall invertase) 191777/(°00791DR) *Rn-7I7 IRLIAR (1
pH -2 202 792077 7782 N0 PoR DOTIRT L.RNT NOTAY AR ariavah mnopn poom (1 1no0)
S-545pw

m>wom (1 7130) 2Mwo%a 1¥n — (°0°02 TRVIATR) (cytosolic invertase) *2IMWY TRVIA1R (2
2002 BYM IR 9I pH -2 RO 1PW NIORDVDINGT

TIRIPI2 MEDT PRVINDIPOA RIT — (PN TRVI2IR) (vacuolar invertase) M7IRIPRI TRYIA1K (3
.(Ho, 1988; Sturm, 1999) 5.6 -5 3.5 "2 X177 1m12°y9% "aw'ni pH — M ,(1 7100)

Suc

APOPLAST 47 call wall - sucrose partitioning

- invertase - fransduction of stress
glu + fryy signals
™
] |
= respirafion g h
e . - sugar storage
biosynthesis of - osmoregulation
primary and - response fo cofd
secandary compounds stress
- regulation of gene |
expression by sugars VAC U 0 LE !
glu + fru glu + fru
A cytoplasmic vacuolar
invertase inveriass
suc = SUC suc
NS
CYTOSOL

9912 ARI DINWORA TANOAT TNII0 A% 2°I9I07 DWW 2TRPOM NMIRDIADRT SN0 DWW 231 :1 anoe
PO MY P10 ,ID0WR P70 INRD ,1N00 LI7INIPRI TRUIAPR NIV AWV NI000 P10
2°212° 0°7121077 KOYHIDRA 0212107 PTPONA PO DIRINM N°202 .N°7PN2 IR PINYIXA L,10YDIDNRA
N™122 ,72°WI2 2°27WR 2219107 L,2IM0RA (AN 20PN DOIRY PY C2¥N HW MR 2avnb
DY 172 120 N, UINDIRT PP DR TIWR 2270107 1709 ,0°050a ;0013 192 Hw 779221 N2100N

(Sturm, 1999) T NPY? 721ANT HY QORINK 037210 ,19 113 .0RN MIIRNT 271207 MR
(Tymowska-Lalanne and 2°7%nn 071X 03 221210 w2 27U (PU07D1OK) 19177 IRVISDN
AW MY M2 DR PANT 221207 K7 RIW 110 O3 ,0°1010 'Y 37w 19177 1R0I2K Kreis, 1998)
TP°79 OV MIDYA .0191207 V7R NTPEN Y9ARD PR MNP 192 2219107 NN WP 19170 TRUIATN
(Roitsch et ¥9277 *72°82 OrH1201n7 YW NWRIT 25w R1T IRYI21KR OV 119230 P17 ,A9°WAn NPUOYDION
RITY ,0°IPARD MINOPT 2w APDOR TWHRY N1 17 MW % wn ok .al., 1995, 2000; Strum, 1999)

>UOYDIORT TRYIATRT YW Mo 9932 .(Godt and Roitsch, 1997) mnxi Ny NXY aMAnona NX yap
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MYXNRA 19177 IRVIALRY 137 npnwaw ,&3n1 .(Yistra et al., 1998) 11210 X921 2°1010-71 2°09IP D2IPANT
;1217 ovaaw T L(Lara et al., 2004) pav snng 5w NITNoNTAY A2°732 7700 A3207 an) DI0ULIR
71w Hw o'vaa od (Weber et al., 1995) nonns 2w 71921 792172 21WN 7R5N W0 19177 IRUIAIKR?

91T TRUIAPR 2w NI2AM MPPYDN ARYIND IRIID NP0 1IPIPA2 1IN0 W 37971 12797 mIw»

,(Ranwala et al., 1998) D°0n TRVI2APR X177 (1 7130) N9PM2 oPYAAT 2RIRIPRIT_INVIINT

(Hawker et al., 1976; Woodson and Wang, nMa1 nvang Mnpaa anra 2Uon IRYI21PKY 2wnn
1921077 291 ,N2I0 DWW A7AR VI CI2WNIPNT TRVIAPRT L,N0PAY A28 W7 OV 2ORNIAW XYM .1987)
1729 NN NP P2 aRNn R¥NI 79X onoa L(Leigh et al., 1979) mnopnb pasnn 0o 0101w
(Strum and Tang, >T2RIPRN TRVIAPR MYEARI 1IN0 HW R PI°OR YW ,NINIDT ¥ MAnNa
M ,0°INR D°I00-17 23 P97 1D W PW A0 CIX012 CYRIRIPR TRVIAPRY LR¥AI 1D M .1999)

.(Miller and Ranwala, 1994) 11°5Xv01 11°5%"

072w D°RN2 11920 2w OT120AN ¥ ARTID ORINNT ,°0°02 TRUIAPR KT IINIWINT INVI2INT

7YY 072 ,0°032 012K 2OYD e 1Rv12rR L(Leigh et al., 1979) 2012107 noomd mavp AweaT e
R¥M1 RO 5wnh nne ww on1o2 .(Miller and Ranwala, 1994) nyemin mRuI2eKR W 70w m2wd
(Ranwala and Miller, 1998; I23RIPRY IRUIATPR D0 TIRA M3 MPYD ROX 9MDX TRV
SWPD MINNONT 212 N°NATTT 77X AN%Y 7797 P90 222 TRYN2PKRT Mvo Ranwala et al., 1998)
,0°IP2R2 .MINDT 17797 27w INPYY M9 MNAANT TV A7 7372170 MR Hw 19172 MPYDa Lm0
TIXM2 NWPT ON2AUNT PYINM T NPT YW TITOT 2pY IR0 AN TN INM0 TRDIADRT MO
MAYAND YW N T3 777 IRYAI,092°01 NOMD Y 11,9773 NIOIRNT 22w 2R O°TR LIPAR
(Ranwala and Miller, 1998; Ranwala 720w %5 ,0°098NA DIRY D°72R2 WRD TRUIA1K N1°Y HUN
.etal., 1998)

nMANST NPPNA DWW aMWR ANt YIRS TRUIAPRY POV AR¥RI L Nvaxd
QW T MOIRNT AN WRD 97 TRYI2PRT MPwoa 17oyn (Lambrechts and Kolloffel, 1993)
IRZIN NPAY 79120 7 77028 NPYA N7°282 03 27N IRDIAPR ,MIIRNTT TINY 01N LRI WA
TNINW 0°0A7 IRVIAPRT MPPYDY , DT 02 MIREAI TN NPWAT M Ra 1010 P11 v
TOPIR MY DA DORNT NIDIRNT O3 TRUI2PLRT MYD DA PUEY WO .MIRANDT 102 DMWY arNaa
"2 M0 HW HOn DY MW MR TRUIAPKRY 021207 2P w0 .(Lambrechts and Kolloffel, 1993)
.(Morris and Arthur, 1984) 19°wnn 117210 W %79 7797 72 7"V ,¥921n7 °XN 1°2% 0°2°07

WRD LIRDDAPR NMPVD 1A% MRYANOT NN P2 S21PR ORNA NPDIDY SPID2 R¥AI 2°IW 019 T2
(Winkenbach and anw»»> oy 7290 77182 777 DIMOA SHY MIANoNT T2nn N9Y DOTIRG MO
2w NN "HYa TRYI2KRT M Yow X¥n1 (Halaba and Rudnicki, 1983) no apnna ox .Matile, 1970)
MY Yo 2w aRNN2A 07 NINIT 0V MIPTIT WINPT 129100 227797 IWRD M2 777 7119%%
TRUI2IRT MYD HW N 73000 37°7°% 1173 ,ABA -2 21900 1130 ,MIpTIT 20710 208 TRUIAPR YW

Mmoo Hw mMom o»pw W 2w Toana ((Halaba and Rudnicki, 1983) oo S nnTpin awonom
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"'V N22WR TRUDAIRT MP°YOW D210 22PN PRI .NINMD 1 MIRXING 2 OR N1 oMY IRDI2IRT
TRUI2DR DX 17 TIPI23W ,IRTT 2WA? 79 .11 "V IRUIADR 2w M7V IR 2OIRY TR L1001 1IP19A
L2287 IRI1D MvPwn 91 mReIng L(Roitsch et al., 1995) mMAnRaT NIRLIANRT 2 ¥OWT K? IR L1917

00 M"Y DI IR 1120 ,ANXA MW QIR NIRRT, MNWE NITRYI2IRT 12W

NIRRT PPN LNITRWIAR P2 wps .8.2.1

(Roitsch et al., 1995, 2000; Ehness 2°1°1°p10°% 2" 19911 19177 IRUIAPRY IRIT 21 2P0
L1917 TRUIADR 2w M2°yoi NX 2w TDZ -w x¥nl .and Roitsch, 1997; Godt and Roitsch, 1997)
D 0DITO2IR OMN¥A D°WAN 29V HW MIPTIAN 212°V2 RUANAW 127 ,BA W 11 N npa2m a7 77002
TNIT DR APW KD DOIPWN Inn ,NRT N L(Roitsch et al,. 2000; Roitsch and Ehness, 2000) pau
1NN 723302 1917 IRLIAPR MPyoa oY .(Godt and Roitsch, 1997) maxa 2RI IRVIAIRT W
QW 77w Avewn T OR M2 X? 09R ,(Ehness and Roitsh, 1997) oonny 190m2 anoXl D10
9% 92 0"V 2ORD NPN MITOY MY PDOPYA DYID TIMTMAAY N L IRDI2IRY DTN 20T DY PR
MDY NIMIT OPY DWW NMIPTIT ANT DOPPPWE Innw LX¥n1 L(Strum, 1999) Mo owIn ovhan
MIPTITT NPAT2 DOPIPIY Hw MYeh yIaw 0Nt TR .(Setyadjit et al., 2004a) '7M%°0" ARNA
(Roitsch and Ehness, 2000; 19177 TRLI21R 20 MU0 11237 2"V nMinonno? ¥92m0 M 11T 70
,2°UD 11977 19177 TRUIAR WRI P 2OHY MIPTIN 1200V DOIIPIRY ,R¥NI MK a2 WLara et al., 2004)
(Roitsch et al,. mMIpTIIn NP2 DOPIPIVET NYOWR DR 2177 7297 19177 TRYI2DK HW MY N2
MABN 72 WP DY PARAY 77150 2PPPIE 'Y 11010 ORWN TRVIAPR YW MY yon nxawa .2000)
.(Ehness and Roitsch, 1997) n»°anoa aroaum oorrpinss?
ar2Iaun YW ARIWT? NN 0P ORI IRDIAPK DW MR P20 DOTIPIR MIYINNA N
(Roitsch and Ehness, 117172 99100 MR Nwa»and 2w KIXMT 21201 2°RW 1oy 2"y ¥92n2 minonnon
TV NRN Pt AT RVI2 7AW L,PaY HW 010170 2mexa L,ownb 79 .2000; Roitsch et al., 2000)
.(Gan and Amasino, 1995; Lara et al., 2004) o°%vn nup7ia 720w L(SAG12) nMipTria Xvannw
TNIN2 AOANYW RN LIRDIANK W MPYDA PO OV 210 ORNN2 N0 2OPPPX M"Y MIpTIaa nenT
D°IIRY D2IPTINT DOHYTA OO2W AVIEIN NYIIN 229U PR 2OVALIA NOTWRY DT 2V9an YW MYea NITYY
AP PR RITLNMMAND YW 727 AP0 TNX WO IWRD XRVAND DI TRVIANK %D KRNI .AN¥I 0NN
MY IRVIAPRT YW ¥R L(Roitsch et al., 2000) ¥92an-73pn Con° By 2YHwHAw 0o 150n MY
.(Ehness and Roitsch, 1997) 112107 Nt opa 1w 0 5w P77 MR ,0°712I0 PRWI 377V 21PN
(Roitsch mimaanon Hw S1wRIT ar2wHRm PRNT? 2 77PNT 2013 12 WP 0¥Pw TIWWN2 AN T RN
J9I7 IRUIAPR W mRNA Nn7 DR Anva PRIy Mo nhya M2157n2 210 10n et al., 2003)
TN 7207 ARSI IRVIAPRT DR DR MBYY 07 P90 9K MI2IDIN2 IXP AIATA WY Tl oM
W nHRPOPH Axwa? TDZ 5w 71 TRk 1197 20077 WD ,TDZ -2 IR ORI 219°0 IR 77209010

TTIVD 7D I TIPIRA ORWIY IDITI TRVIAPRY DOTTIPAN DOIAT DWW 0322 N1WW LRI WPNNAT ORYND DOTING
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NN DR 77°230 79w T1N21077 NP DY DOWINTA DMTIRA DY .DO1IPIR NYOWN2 QRN NPIM 19°TA
.(Ehness and Roitsch, 1997) 0°%77 0°XN2 NNAN52 NI230A0 TWSI77 DR DOPD0AT ,D0VHA0NAn
NP2 MRXT W A0 TEAN RV T RXANY LIRDIAPR DU MOOYD 220¥1nD MW 2270 IRKA]
TIRM X DUTIRAW TN Y IRVIAPRT 2w MOYDT 210V7 TAPH AN TN IRVIADRT OW MR
W NN PV ANWRIY IR D00 2P PRMTIRT MPYDA 77 13T DU C10°20 NP0 17 AT wTN
20V 29m0 o3 qwnna P 1nw (Schwimmer et al., 1961) 7R mdN 2w NMYPH2 TRVIIAPR 20V
qova ,(Jaynes and Nelson, 1971) o7°nn 23 1XVIATR 25v7 po1d N mRA .(Pressey, 1966)
0°12%n 077 o°2ovnn J(Bracho and Whitaker, 1990) X™»on myps1 (Matsushita and Uritani, 1976)
2w INIRYNI? NIV 1,10 1D L7272 NPRAIN NITRDI2IRY XTI NP2 29w N20YKT NPOYD ,0°0°00
ABA nyowia) 19°% W nOma hy SW NPT o2 OXNY IRLIAPR HW mMPyoh 1abn 20vn
M2 ¥5 DR T7M 0790 S MIPTIT T2ama a1 20vn 5w m»von (Halaba and Rudnicki, 1983)
(Ho and Nichols, 11210 5w ar2177°77 nxvl 7on axxinoy ,(Halaba and Rudnicki, 1983) 1R0121°K:
2DVAIY ,RYNI .0°10W DMARY NIPTIAN PR NN2107 N2V DR DYV 20¥nT MY AT 71pna .1975)
My 377777 23 RIN ,TIN PNWD L1900 L7707 LTAN00IR 1D ,0%01 D DW 2o ovp
2137 TR RN 7AW 20V ,X¥n1 10 (Halaba and Rudnicki, 1989a) 20-30% 5w T13°w2 TRUI21RT
2y Myeaxn 1R nM7v (Halaba and Rudnicki, 1989b) in vitro anX nnya 1R0I21K 5w M°wo 2039
NI D19 NPT 72772 IMNPOYD HY 0°20Y7n MYXARD TRYI2IRT 2w M0 NIpaY MWW nyosw:

DOTID2 MIPTHT MATY WY 2 IIRPIE 719°0 'Y IRDIADRA 22 MPYD7T NI M

nouR e By nyeopns nysws 3.1

DUNART 0 TR 29778 AN by nnvans nyows .1.3.1

TIMR IR ,0°20 20IP 201V HW DLIAR M W DR 797IRN DUIART NOANY NRdand nool

W NYRM 70T 7AW 799702W ,TIRD N2 NONPPDD IYDIN X7 O°010 DAND 102 37 RY A9WON
AR MPR DOWT AN AN L1007 .0YNXM 277010 NINIR YW 772 NI W DMy o°RD
7AW ,0°77 10,19y 12x o2 (Van Doorn and Van Meeteren, 2003) Xni nanT 5w 32570
ow o°nnon nnd 723 (Kumar et al., 2007) ¥poi 09273 25Wn 210 10210 12°0Y N7°2%) 2°RN N2OTA
TWRD ANV TIWVRINOM NPIPAT N TV ,NMST VYA 1918 NN2107 1PN 70 ARYNI 19R DomeN
o°mo ,NRT NS .(Sacalis and Chin, 1976) a0y 9173 17°7 12°0v0 5w 17750 2%p 2°PM3n NOMD oya
TNV DPWR 1 OM N A2 a0 072 200 N215N W20 M TN 172X D8R NI010 an Ao
72 7°N9% NN 2DR 0NN HYIARA 02010 NN .(O'Donoughue et al., 2002) nMapTIan Tonna
(Kuiper 771 ,(Han, 1992) 0°708°2 1192 M7 798 D121 MYOW:T .NMIPTIIT NPAT2) 2% 10w a0y
(Halevy and nrama iR ,(Doi and Reid, 1995; Ichimura, 1998) avrnn? et al., 1991, 1995)
XM 02121 (Nichols, 1973) 19781 Mayak, 1979; Ichimura, 1998; Ichimura and Hiraya, 1999)
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MR DR 779w 203K 10 Twn DR AW 1119089 777 192 001210 nooia .(Meir et al., 2009) oonw
o) .(Halevy and Mayak, 1979) w21 Spwni IR anoym o000 2pwnn Sw 077 avin ,mwpa mioi
,(1995 ,)aym xn) 7 (Huang and Chen, 2002) omnarerh (Weiss and Halevy, 1991) mo1wsa
TTIW 7D 1IN0 %D R¥NI MR WPAN2 .00 DV PVTARA N JWR DR OCTINT MN0102 7Ivna 9190
.(Uddin et al., 2001; Ichimura, 1998) 11977 ¥9% DX 99°W 791 ,0INIXT°H2 D IIRXINIR YW ATN10MI
MIMIdNT 0 Wi DR 72993 D197 DWW N1 7210 MINNSNIY 7273 N0 5% WX 2% N0t ,070R92
TPN9T DR 799 XY 7272 TN10 NHOIT ,0PORIVPA DMAITT MITIWNR 1010 Mocanw 1von .(Han, 1992)
(Van Doorn et al., HQC 12 ,n"%X°2172 1 0IR N21570 a¥ 217°w2 7101 Ko7 OR XX N2 71 °170 5w
DY N 72W AMNONY ,R¥NI DVIARA INNDIW PRY mAXT a3 oY MR’ 7 W arenon nkNwna . 1991)
IRDIOW L0 7Y N0 02T ,20NWRT 217 NY2IRA 9V XY DDIAR2 201090 YW O0IN0IRG PRIXIVIDT .NNN

.(Van Doorn et al., 1991) 0°3%°12 *0I1n0IX: HXZIWIOA 2y MY"DWn M0 HW 720 PR

BHUARD 2T 2%1918 D avun .2.3.1

RX17 RV DAY ,7OX00IN0N 07 QY A¥Y2 22987 123 200K 4010 (11210 X NPI2R) 0107
17007 .(Halevy and Mayak, 1979) 7¥u7 777 MINI9N2 773 117 7I0R MK2 P WK ,19°wa 12100
.(Van Doorn, 2001) 1up11o1 Np12a% 1R0I21K "y p1om 2°9va 0»RN-1°20 009502 D90 772 12w
(Sacalis and 777°° 77717 ©°1° 7907 NRY QIR ,0°0°0M7 Q21071 NN TOHY W1 AR NKRY 77 102
925 77°7 IRTT 12°Y A0 0°1010-21 .Chin, 1976; Nichols and Ho, 1979; Van Doorn et al., 1991)
17977 P9 922 7NPY ARY 77w 1099577 9101077 N2150 ,1172I0 0PN PTIN 29 WK LP0RT TVIen
0°9¥2 77123 10 NRR 073 7N DY MDY AV 1I0n N0 YW 0w .(Sacalis and Chin, 1976)
7m0 ARYN (MY 24-10) 7avoan 10 DROPY P .m0 DI R¥R1 R? 20w Twa ,mpT 10 nxh 12d
129R) ,0°7079 11077 2107 PW 10 DR AW XY 7797 93,7912 .0°07792 23 121072 1910 YW Amaa
117230 112772 2°171977 DR PYVAWD .09 DPWANTA 7AI0AT 12107 NNV 21DV ANIA MIPTIIT 10082
o7 2790 RY RIXY 2°9Y9 1171210 HW 790 K120 ARNID VAW ,0°792 YD oY anRTl 5%-1% Sw
.(Sacalis and Durkin, 1972) 7°¥7°50170:7 2772 P9 X1 ,79°w2 3910 2"V 271797 ¥°32 17210 .NnDonk
NO N2 IR 0°12 I 2°7797 IWRD ,7IN2 7102 N0 KW AYEN 1 PUORY 10°1 12 PNl
TN M3 777 229V 121077 N2 AWK LDV IWRINW 319 11T 777 1210117 1121077 DWW R¥A1 111010
W2 Dpwnm NPy NMoT oY 10100 N ,Twnna L(Sacalis and Chin, 1976) 0°11921 20919232 RN
WO SpWAn 220000 DU MW DYRPY 37 AT R¥NA LIR0WIT PN MRdanea X0 mMnh Laar IR
VAW 933 IR L,AN9YA KINAI 2107 210 1DV NR? MINWRIT MWW DM Y DR 20hym 9wann
77077 RN D2 WPITMAY 2192 12910 N0 DY P72 .Y9anD 00IMITY 223937 NONIDA Y 1PN
77207 .(Ho and Nichols, 1977) 12°nv77 a7 772W1 117230 NOYAN2 1RTMAY 2°07192W T2 ,IN5°72 770
ND N2 12X 21197 WK .DMI9N R O VI 209120 207210 ,NNAOAND CIIHRnD DYTpONn DOVIw

.(Sacalis and Chin, 1976) n»°am 572182 19971 NAYAND ST MW DR 172°R 2°5¥7 111010
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(Ho 20 nx1 17010 ,117°0p ,10pa ,11R173 1977 700 20 DNaT S5y N1Rvn nnsanonw ,Xxmn)

,X¥»1 qona .(Kuiper et al., 1995) mx2umm0R? 995 7772 wAT1 Aoma 1200 .and Nichols, 1977)
o°%vn .(Halevy and Mayak, 1981) nanai7 >y qwRn 203K 07123 1210 11512 N 2°W0R1 209w
D12 70°MNaR OPOR WAIAT 11000 DX VIPPY 2WRPNn On 197 LMW Mpn 990 7172 2R
M PRR) DOV MW2TNT? 019 OPRN1AT 229502 N20XTY D19V 1102107 , 797 IRXIND L7PXT°O0I100

0P 7792 YA ¥ AR NN L,MITIONT WS 19IN 2N 07NN IO T ,NRT N (1995

aR991173 o718 By nnvans nysws .3.3.1

(Ligawa "7PN2°0" 112 AR 901Y SW DUIART M1 W DR 7790 DBUIART ND%ANY 117210 N0
770 PV 9 AnKRIT NP0 12 nwaanon iRk nna (Meir et al., 2009) onR o et al., 1997)
I AT AN DR 1M 770N, NRT DY 0N 0025w WAATIW L0700 2192 0°0°01nT 001230 115N
D°1197 SW MI2NT ARPWIT A¥P2 AWNANTA YONOn WKW XXM L1274V 121502 101 0°0°01 02121077 171502
X7 (2w 2 NHDINI) DLIIRT NOAN2 N0 MY L2 ¥n 2 .(Joyce et al., 1995)
MMIdNA Yaxa N07 MIPTIT DR AMT P0RT 0 TWR DR DWHT NP2 MIYRwnRT 0N awyn?
mno nysws 721 WD .(Joyce et al., 1993, 1996) H17aR2 AR 1INNT 210D HW 720 77°ND WORN
NMoNN 707N .10 4% -9 7V 1127 NYOY OV MR MDY R¥NI PUIAR2 N0 KW DWW 20N
707 219°03 100 10% 7V 5w 2O DOWITIW LRXA1 .23 1% 79201 D0IaRY DOm0 m'a nhapnn
,(Joyce and Beal, 1999) 2°3° o7 R? 219207 m9wWn N»X21°0 NKRY IR ,ND0' 117 01092 9Pupa nKb
JPPI0DIRA 29T PO KD X1 1O

771ap7 nen 4.1

RN DW DO9WR 2°1197 097010 DWW NOHDIN DO1IPIVY KV 0°001ANT 0°°20 A QU190 M
AT PN N2150 W AT912 17V 2°27WNT 2O919°05 D AP0 1A NI L0700’
DR 0777237 7921 ,TRUI21R S0 MWD N3 NMYEARA 277919 QORI EW 10770 PnRn NIYwn
DX N2 PUIARA JN1T 22105 NP NDWH 2NN DOPIPIVRT ,TIN IRYIND LD 2R YW vhann md
PN NAWWS NP 97D .NINN5NY 207N 2O0VNn 00107 W 9210 DR 2019Wn IRA LN
.0°72101 2P1IPIV KD NOAVA A7I¥A 0920037, 172900 ARYINNA Wm0 91y 172l
7 T2V YW NYTINTT MR
n1MY PI700" RN DY 210 PR 201va (TDZ /BA) Do1pwX 5w 0w 1R 7 (1
JI9R D019 W DUAART N TWH NN O0W AT NIA
D15 MR HY DO1IPIVKA 71900 OV 217°W2 HUIART N0 N0 101 YW avawnn nrna (2
MIPTITT 72002 NANSN2 MINANDT TR DY 110001 DAY nyows e (3
AAV7 SUIART 10PN INPIT TNI0 KW 2237 DY 1IN0 D1 nydw T (4
W05 773 ,NIPTIAN 72AN2 NINION2 TRVIALKRT MPYD HY 100 21X nyown Tk (5
JPw vhan
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NIV T L2

v 1.2

STV WY 0INT VD 1 gvaw

aaAnT Qw ION AW RN AW
Amersham Biosciences 14
Danyel Biotech - [U-"C] Sucrose
Sigma Aldrich DROPP Th1d1azuron,§\_1;/1;)hzrrl£-(nl:g ,22),3-th1ad1azol-
I araRakistS TOG-L-101 Benzyladenine (BA)
%21 o°nR TOG-6 Sodium dichloroisocyan-ureate
1391 0°nR TOG-4 8-Hydroxyquinoline citrate (8-HQC)
Sigma Aldrich -—- Amyloglucosidase
Pierce --- A v1x1 :BCA
Pierce --- B vix1 :BCA
Sigma Aldrich - Bovine serum albumin
Sigma Aldrich -—- Dinitro-salicylic acid
Sigma Aldrich --- Sodium potassium tartrate
Sigma Aldrich — Hepes
Sigma Aldrich --- EDTA
Sigma Aldrich -—- Dithiothreitol
Sigma Aldrich -—- Phenylmethane-sulphonyl fluoride
STV WRNWYW 2OVIARTIT 277191277 01D 12 Ray
11299 122977 BIANTT/TDIaT A
9270 VIARA
10 g/l Dinitrosalicylic acid
200 ml/1l Sodium hydroxide
300 g/l Sodium potassium tartrate
VUIN 9812
M Sodium acetate
(pH=50r7) Acetic acid
fral-kinlin}-h>]
50 mM Hepes
5mM Magnesium chloride
1 mM EDTA
2 mM Dithiothreitol
0.lmM Phenylmethanesulphonyl fluoride
LRIWOX - URDRID 9512
0.1 mM Citric acid
0.1 mM di-Potassium hydrogen phosphate
A vi1R1 :BCA
0.2N Sodium tartrate
02N Sodium hydroxide
02N Sodium carbonate
02N Sodium bicarbonate
0.2N BCA detection reagent
B vaaxe :BCA
4% Copper sulphate
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12 Do R nng 2.2

DN DOMIR2 2°I00R DLW DAIPRT OIN0NT AMNOn 25W3 1upl NI7700" AR D

VP 250 .MYY 2-1 730 23PPM2 772vR7 IR (27-0021 TN NONWR LMY C12 03K 2wIn) IR
TR L,TIOR ARDY? DWW 2¥na oOKR¥R1 Nrona onnionn 70-80% 12 25wn X1 (1 a1nn) ORNIUOINT
WORN T AP 27w 00V TAY NXOID DRIPY L,AITA ARDY PW 2%Wa 2OKR¥A1 NRNONT 0022w 2031097

HUAARA Yax 5w Nva0n MIBNONT NINI9NR YW AR 7nno

MI7200" ARIINTA 11D HW SHRNWOINT 7°up 25w <1 7mn

.(Joyce and Beal, 1999) 2 m1vn2 2o 2211w 120K AR D0 7720 N0 2w 13m0

N2 NP9 T°NWR .07 2TV ALYR OHY DN 0°AX° DIPART WRI L,DOMIRD NN 9 VAR 9910 oy

NRY,(2 730 ,AZ2 IR2) 90V O0Y PR AR OTIP PDT 080 7Y DR 9910 770 0 LNNR 3700

TRV MR D°NID NWI L0000 DWW PINCIT R O3 2°AXM 2 A1mn2 PR woaa'"y nantng npoxn

DUIAR2 DNUPTIT MR (AZ2) YT 7MY NXMD NRY APova oY pva pnne ophn nwn (AZ])
010787 0"V XN NPT AROINNA DY DOIRPA QUK 1 qwnb 1A 07 DR onn L(AZ3)

_ Polien

prasgntar |
— nps'm
“= Stigma

Perlanth

o
(4 tepals)
i Hye Q
D'NIXN J

e Syl

2y Tiny
e Limb, Pistil
DNAN 4 including 7y

anthers

b
oisi = AZ

o N ’ == Owary
— Ay
T Nectary

qix
T Pedicel
non Yy

(abscission zone) AZ -2 D310m7 QMPNIPAT NPT .MNST 25w AR A0 W A3anm 2 g
NTIXA 9V TINY PIID 1977 AN9A W APNoT MR = AZ2 I IR DW DT DR D018
STORDAR L, AMIRGT POV 0T PRIV 2RPMNT RN0A P pntan MR = AZ3 -1 AZ1 ;AR

1) 8-HQC anwnn 9mina uvuit 0001w 93 .a"0 30 -2 5w 97IRY 111 111 30000 0w

D°0IYnN PO 8" 4 -2 Md0N WY 16 qwn X" 20 -2 nww 4 qwn? (TOG-4 0.2% >nona Pwand
YT noNa (1 :2°1PPPWNT YW MDY DWW MY YPY 1021 1207 U151 ,2011PINRA OX 1990
T NN DOPIPIRT AT 9 Sw 920 (3 (WK NP°aw) 72%2 nmona v a20an (25990 uond
220 5w 122 BA - (097 2" 44 Hw 113°92 DROPP »noni 2 wond 1nw) 100 uM %w 1152 TDZ
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Control Dextrose
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0772 12°NR7T ML 2ZPY 12°NRD aMWAT °5% 010 SW NPV MIXIap WIPWY NOOKRYR 7190 R
(Halevy and Mayak, 1981; Woltering and Van Doorn, 1988; Borochov and Woodson,1989;
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pulsing (for 4 h in a controlled room maintained at 20°C followed by an additional 20-h incubation
at 4°C in darkness) or by a momentary dipping of the inflorescence or the whole branch. The
treated branches were then placed in a standard controlled observation room, with or without
sucrose in the vase solution. The effect of the various treatments on the quality and physiological
parameters of the flowering branch (longevity, changes in fresh weight, floret abscission, water
balance, kinetics of sucrose uptake, and it transport in the branch) and the florets (relative water
content, content of pigments and carbohydrates, activity of invertases, and rates of ethylene
production and respiration) during vase life was examined.

The results show that G. 'Spiderman’ cut flowers reacted positively to dipping the
inflorescences in cytokinin solutions, with TDZ being more effective than BA. The positive effect
of the cytokinins increased by provision of sucrose in the vase solution. This combined treatment
delayed flower senescence, browning and pigment (chlorophyll and carotenoids) breakdown in the
perianth, improved the water balance of the cut flowering branches, and prevented floret
abscission. The senescence retarding effect of the cytokinins did not operate via their inhibitory
effect on ethylene production and respiration rate. It should be noted that the effects of cytokinins
and sucrose on the various quality parameters were partially separated and partially
complementary. Thus, the cytokinin treatment delayed senescence, prevented abscission and
retained pigment content in the florets, while the sucrose treatment improved water balance by
reducing transpiration and increasing the content of soluble carbohydrates, which probably led to
an increase in the osmotic potential of the tissues. Consequently, the vase life of the cut flowers
was significantly extended by the combined treatment.

Additionally, the combined treatment of TDZ and sucrose enhanced sucrose transport from
the vase solution to the infloresences and increased sucrose hydrolysis in the florets and activity of
the cell wall invertase. It seems, therefore, that the sink strength in G. 'Spiderman’ flowers is
controlled by cell wall invertase. The results suggest that the positive effect of the combined
treatment of cytokinin and sucrose in delaying flower senescence of G. 'Spiderman’ operates via
the regulation of sink-source relationships. The present research also resulted in the development
of an applicative treatment, based on dipping the inflorescences in cytokinins and inclusion of
sucrose in the vase solution, which enables sea transport of G. 'Spiderman’ branches from Israel to

Europe.



Abstract

Grevillea (Grevillea spp.) is a relatively new cut flower crop with a high export potential,
characterized by unique and diverse shapes and colors of the inflorescences. The Grevillea
commercial industry in Israel is based on one cultivar, G. 'Spiderman’. The vase life of cut
Grevillea flowers is limited particularly due to the rapid senescence and associated wilting,
abscission, and color fading of the inflorescences.

Among the various treatments examined to improve the quality of cut Grevillea flowers,
sugars and the cytokinin benzyladenine (BA) delayed had a positive effect, expressed in extension
of vase life, retaining flower turgidity and delaying flower browning, senescence and abscission.
The combination of these two beneficial treatments was found to act synergistically in delaying
flower senescence and browning. In order to understand how this combined treatment works, it is
necessary to examine the possible interactions between sugar and cytokinins.

Cytokinins, known as senescence retardants, are often used as a means to extend the vase
life of various cut flowers, and the cytokinin effect is improved by addition of sugars. Extracellular
invertase, which catalyzes the hydrolysis of sucrose to glucose and fructose, has been found to be
an essential component of the cytokinin-mediated delay of leaf senescence, thereby increasing the
sink strength of the tissue. Since flowers are considered as sink organs for the sugars produced in
the leaves, it can be assumed that the senescence retarding effect of cytokinins and sugar operates
by regulation of sink-source relationships.

The aim of the present study was to examine whether a similar mode of action operates in
improving quality of G. 'Spiderman’ cut flowers, which responded positively to cytokinins and
sugars. We hypothesized that cytokinins act by increasing invertase activity, and thereby increase
the sink strength of the flower, and/or by improving sugar uptake from the vase solution. The
specific objectives of this research were: 1) To examine the optimal cytokinin application for G.
‘Spiderman’ cut flowers and their mode of action in extending vase life; 2) To examine the effect
of the combined treatment of cytokinins and inclusion of sucrose in the vase solution on quality
parameters of the inflorescences, carbohydrate balance in the inflorescences during vase life,
sucrose uptake from the vase solution and its transport in the cut branch, and the activity of the
three invertases in the inflorescences during vase life, as a parameter for their sink strength.

Experiments were performed with freshly harvested G. 'Spiderman’ cut flowers, obtained

from local commercial growers. The cytokinins BA or Thidiazuron (TDZ) were applied either by
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