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Evolutionary implications of pollen presentation schedules in animal-
pollinated plants

Ting Lu, Dunyan Tan
College of Forestry Sciences, Xinjiang Agricultural University, Urumgi 830052

Abstract: In order to donate pollen to recipient stigmas efficiently, animal-pollinated plants have evolved a
variety of floral characteristics. Pollen presentation schedule is one of them. Plants can control the pace of
pollen presentation and distribute pollen among pollinators by either packaging or dispensing mechanisms.
Pollen presentation theory (PPT) predicts that gradual pollen presentation should be favored when pollinators
are abundant or inefficient at delivering the pollen they remove; while synchronous pollen presentation
should be favored when pollinators are infrequent or efficient at delivering the pollen they remove. Here, we
present a review of recent advances in this field, with an emphasis on: (1) floral mechanisms restricting pol-
len removal; (2) pollen presentation theory; and (3) evolutionary advantages of pollen presentation schedules.
Current research focuses on the adaptability of pollen presentation schedule to the pollinating animals, while
environmental factors also work on the schedule. The PPT model cannot fully predict the pollen presentation
temporal schedule of plants distributed in special environments, thus further combined studies and analyses
are needed regarding floral syndromes, pollination systems, mating systems and environment factors in suit-
able groups. These results will help us have a better understanding of the adaptive advantages of pollen pres-
entation schedules.
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ko (HAETHIEA PRIMTEOL S, ZHRANMEMED Rt
B DL > MEE D RE N A AR, XAl RES &
EXOSY i) YIEWANN S R SE Py iy =y B ]
HATHRPRICE DR A 38 Ik R A A S B[R] mT A4
ek 3 B e AN R AR K 2, A s ek A 3 0 1)
AT EENE, B m ARk B U R B A Sk L
(Lloyd & Yates, 1982; Harder & Thomson, 1989;
Thomson, 2003).

TERE DR e AR b, A0k 5L I )y
AERIAER 2B 7> (pollen presentation schedules) mf
4y Nz L S8 (gradual pollen presentation)Fl [A] i 5
Bl (synchronous pollen presentation). {&8;i& 0 2L
ol R A6 K AT £ 5 ) (staggered pollen presentation),
fRtem A& R B ooy 6. L) heg.
BT HO AR TEOR S B2 AR K 1R 77 2K Ak RN 5
TR FRANXS THeM iz 2 S0 5, ek N0
vh DL [R] 25 R P 1 B2 A ) 77 2 (Harder &
Thomson, 1989; Harder & Wilson, 1994; Castellanos
etal., 2006). HERF P BCAH BRI AR A4 L
P ek e — DRI b — IR BRI K
T, MR A MRS R IT (e e
fE2h)H; BEAE AL PR ITI IR P IEOT , IX e
K AEAN R AR R Sk o DRIIE ARy 1B 20 S I 4
XFIR, T [ IS S T AT 11

feky B I P Y R BT E AR A+
Iy E B 540 . Percival (1955) 04251 1 e 0 5
DL v, XS A SN e e & AT T
PRV HBH K — B TRl N, & H A A e
BEORFAERIE ST A 2 () — DN N 2, 22014
804EAR J5 A F Hr i AT &3 (Thomson & Thom-
son, 1989, 1992; Harder & Wilson, 1994; Sarala et al.,
1999; Sargent & Roitberg, 2000; Thomson et al.,
2000; Sargent, 2003; Castellanos et al., 2006). 324>
1k, EBr B K S A D B 25
O 1) 208 A5 2 A TR s AN 8 58 4 iR AR T 0
JE MBS S AR, [ P A I
MR EHE e B0 RIS AR (B %5,
2004; Z=4%, 2006). A, ASCHE) iz A I AH L
HRAIEAN b, IFEHITER SILAEE LA ek 5
TRERAR S AR S I e i A Y s A7 1T, %)
HE br F R ASRAT T 456900, 4 E R
JEEHAT TS, CUNA W TIRIE = TRk

DRI RELE, e xR K EA,
2B E ARV B D) PR TR

1 #=H9e8 2 WAL AL H

R 7/R R e RS e e TR S A I S Y
T A A A 30 ) AN [RI B B # A7 A0 i 2% 22 57 (Devlin
& Stephenson, 1984; Richardson & Stephenson, 1989;
Harder, 1990; Thomson et al., 2000; Sargent, 2003).
MY I Ae i v RV 22 07 1 (RS AR KN AR T
A TR TeE 75 MERE R RS A ]
AR e Rt b o AR 5 T N R A K 1)
A AR AR T BE A ) 1) ME Ak #E H Ax (Lloyd &
Yates, 1982). M4, tHY{EACT ISR F2
P ARy 5 TIIRTIN [) B PR B S — IR U e A 1
ek e ? CA AR, ) 3 2l e
il (packaging mechanism) F1 43 # #1 i (dispensing
mechanism) 5 Fh i& 12 5K 45 1 16§ 2 I (Lloyd &
Yates, 1982; Harder & Thomson, 1989, 1994; Castel-
lanos et al., 2006) .
11 SR

LGN A2 45 HE ) A48 P A e K 73 2 2]
TEI7 B de . eSS e R EA R mLE R, Jf
MIXEEBIT B DR IR, DU B3l
K 5 LN ) PO BE PR SRS o AEATA]— AP, —
AAE P AR AT B TP TR — e fe TP e 25 I AT
T 2480 s T2 P L (Harder & Thomson, 1989).
Harder F11Wilson(1994) TA > £ 5 I 5% #& v 1« 40,
F7 ] 25 Sy P 3y e b i AR e, BT DA
WA FH “ B 2 A 43 /27 (exposed  pollen pool, EPP)—
1] o

AN TR) R 0 A o IR () 36 S B R T B T R
SRR S W AT R 14047 X (Harder & Thosmon,
1989), WH &FHE A 16 )&M) Erythronium grandi-
florum 6 MUHESEFE P A8, AME3UE R T RGN
A TR, PR AR 25 0] 1R R SOk AR 2D kAR
%, - HAEF S EsEd, SMAEZ LRI A
)25 45 (Thomson & Thomson, 1992). Bomarea
acutifoliaue: A= KA BT T =g Hh X 16 & A8 6 1)
TEVESG R A ), BA T ARG, ferh i
A EE N RAING, OMUESSKITITR, — MeF
(KSR I 1) K 29 #5 429 d (Snow & Grove, 1995). &
RHHti¥Caesalpinia pulcherrimmari €24 K /NI 24
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) F 28R AV, — o e T IR 104K Ak 24 AN ]
NP TRCINEZS/E R R 8:30Z BT T, 53 4h3#K
KACZy /e - J1 %4 (Sarala et al., 1999).

1.2 SrPEALH

I3 WAL A2 F5 76 46 50 8 2 F0 25 1) 1 R 4% K
AL — U N8 BTG Ay AR KL
s (Lloyd & Yates, 1982). Percival (1965) ¢
TER R 16 73 WAL 25 D 47

(1) AE#r — Ik 2 I (secondary pollen presenta-
tion), A6k NG B S ORI R o — M e
BRI, NGB A 5 I 4 A% By 2 0 A6 R AR
(Howell et al., 1993). WI{ERGHIRK A DI, 16
FE i A S 2R R S 2 AT REAR SR A6 R 1K 36 B2
(the pollen-collecting hairs, PCHs), 1t.24JT%4)5 4o
TER RN RX L b, B fEAE B3R B B 1 i
a5, kA B HBOE, TS T ek
I8 (Lloyd & Yates, 1982). 7E45 K. K2R
MAME EERL OB LJRIREN TR
WERH SKAErRh, hiERE ¥R SR Bk
SRURR R AR T AR R A A ek —
UL ¥ (Howell et al., 1993).

(2) “$r#E"(Unzipping) flckr, 4R K11E
2 I\ B g T R U ARk, WE SRR
Erythronium grandiflorum (Thomson & Thomson,
1989).

(3) “M4it " (contraction of the anther)
BB, TR AL 2 AR FEAR K A 245 1R T AL o i
Pt O 77 2, Wk RS 16 JE (Rhododendron) A8 4
(Escaravage et al., 2001).

(4) “fibfilt 27 (tripped) Wty 24546 245 ZUAE )
X S ) ) A ReECk 1) 77 28, WikERS AERH L H
FE & (Kalmia) i 47), FobE S8 S 35 46 2590 A\ Ae et 17
LR AN A B2, 1R
SR KR TE R kG 2 AL K & & Ak E (Nagy et al.,
1999).

4k, Harder F1Thomson(1989) A 4 fL%44E 24
WA o MRS 2 —, RO RAE 2 R ek R
Al o e 2 Tt IR F LIRS g P, T AR AR
BRI R, BT AR BE 2 AR K0 T 1 2 5 A
iy

o

¥

1.3 BENHIFSMENFIBIXE
BLBEHL IR FEALHI A BAHHE R, &% 21

i &A1 an#EErythronium grandiflorum [#)—2%1¢,
o, PR AE AR AN A IS [F) 2R S IAE A (BN L),
HAehan i, KRBT hrE e 2 18807 Aty
RO T I T) N 2 B 20 AT p B L ey 1
(/- MERLAED) (Thomson & Thomson, 1992). X FiFHL
Tl [F) IS A7 AE O RERE 2 ML) PE P T4 2R 02 5T 5
NG, B Vr 2 /MR R A LA K
(AL BTN BRI 22, DRI T 9240 2 B 6 A
Yokt 2 0%, AR A R AR e by S B e
) BEPRT T 32 380 R, SR A 2R A BB £ 11 SR s
WE AT Ly 7E A3 50 B BRIR N, SRERR 3™
Fe 3 B4R i HE ) H ¥ (Harder & Thomson, 1989).

A BB M 73 HEATL T PT B A A By At A6 B
AT R R, BT Ay 33K g b L o S 6T o) - B A A 0 5
TERRAAE L R, TSR 1AL 8 5 (W
U IR SRR IR 2 e ) o AT MERE S 24 KA )
o ETE B B R HE PR B B AN 7] PR A 2 03 Wil 7K - 2 it
e PR JE I — AN WigkAe. Bk & — I3 Vs
# th ek (i ) 5 OB AR AR Sk B R4k &
AN ) BT A% By A — 2 qe B FE U5 I ) A R
(Thomson, 1986); Ifil it 2 f& ¥y # ft— e LFEVi
B I ) A 5 e AR BRI RS A OG
(Montgomerie, 1984; May, 1985; Pivnick & McNeil,
1985; Harder, 1986; Tamm & Gass, 1986; Harder &
Thomson, 1989). K1t 75 HENE B BEAN 43 ih 5l 439
b0 A kb 06 B H A B I T, M 42 A
oy i AR MEME R BbRod KR s v B R 4
4 SRS 08 ISR A e asaf £ N TN T SDi b
FERE S, ERAet i . A rT L, B BB PR LA,
R AR T A0 I 47 T A T ) e 42 o 4 R i
GIETTIN

2 TMEIIES

ERC PR, Aok SR P Z Rt e gl
M) B 5 A AW 5 5K BE RV . Harder Al
Thomson(1989)7E %} Erythronium grandiflorum {&£¥;
SIS PR R I, 54 Lloyd F1 Yate(1982)
HNMWETURRR, R T ek B
1" (pollen presentation theory, PPT), Jf#: 3. T —/>
HE TR b5 — e SO IR AT T b
FEM5E % (Harder & Wilson, 1994, 1997, 1998; Le-
Buhn & Holsinger, 1998; Thomson, 2003). Thomson
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£5(2000) 45 1% 2R H] — ML OB A D=R 2k
ULEH, TEICBIR, R FORUIEH —IRFEVI R N
e diiE, D Rt ek b i 2 ae it ek
g, R g fdR T LS . LeBuhn
F1 Holsinger(1998)#% g #k“f&k1 2 %% (pollinator
efficiency)”, A& & S IR 2 Ak AN AR A4 1) 52 A4 ik
A R P K, S AN T 1 (Thomson &
Thomson, 1989; Campbell et al., 1996). Xt R Fl D
Z TR T W26 8 9 (diminishing return) < % . 751t
KA, SEINEAAL R A0 A% H 0 e 1 A
W1 H), PR R ARk S 25 FEAIK
RefU IR SR AR R Le . DRI, AR & e 72
SETHTER N, BB — IR e AR (R AR
g I | 5 2 (AR Ry 5 2 S ARy a2 v B )
[I45 %& 42 (Thomson et al., 2000).

3 EMEINFHELEX

3.1 BEMEMENENRSEMEBYE

TESIYAE R IR, ) Ak & AR AR
FABEN Ny Rl A e A I B SEE R ) o XA AR
A 32 BRI AL R AR 7 ) 5 AT O A A
AL SR, S SR Vg v 25 A% 33 iR A e A 20
AT SOSAE TR AE Dy WEE (e 32 A B
(A AR SR A AR TR Ly, BIVAE SRS AR 5 A% 7
AT 09 AR LRI AR 8 P TR 45 N AR I R O
WA MIFS AT, 2000). A5 SIS (R AL [ A
56y 38 % U1 AH 5% (Harder & Thomson, 1989).

Aok SN 7 B SE Ak 2 B R IE N . A
Fe k5 M DB AE N, A D 4 T R IN) 52 IR A6,
XRE ] G f o IXFET JE A6 2 T AT iR AT KA
oy T 3 PR BEURTR B AH S AEAL ¥y - R FR B
R AR BRI AR it (R 32 20 S BL) (0 S
A LMsEREAN Ry 2 A 20D 3 408, T 52 1
ek 2 SR I RE, BT A0k B RFILE K
N DR R B % R, sl B 2R 3k B i)
Tek LA LA, T a1 Bk 38 5 52 (Harder
& Thomson, 1989; Thomson & Thomson, 1992),

FEkr SN 3 2 0 A by R R W Y o B HUAE
Feis e by i R o it ORI AR R I G, BB J D)
DURR RSk b ek L 18 5 #R3(% T1% (Thomson
et al., 2000). Harder F1 Thomson (1989) it k4t
B REAURI IR IA S5 (1) AR Rl AE By &

B e SR BAE R B2 A nl S (2) AR R AT
AR BEAA B 1 B b BLSAE 5 AT Sk A ) il 4 3 At
AE M RS (3) ALk E RS B E M
T (4) fede b EERAL R Z ARl

AN A A% A 2 H% H R B A 0 1 E ) AN A [+
(Wilson & Thomson, 1991), Goodell F1 Thomson
(1997) MR ALK 20 I AN [1¥s AL Kn sh W Xl 43 A v
# =3 U % (high-removal-high-deposition, HRHD).
A% HAKDTFF (low-removal-low-deposition, LRLD)+
IX#% i =5 9T % (low-removal-high-deposition, LRHD)
M oE % O AK U B (high-removal-low-deposition,
HRLD) DY, B AR k&, Mt
RIACH A 5 I S, TR A% R0 i (R ARy
T, HEYIN 2 R R [R5 SRR (Harder &
Wilson, 1994; Thomson et al., 2000; Castellanos et
al., 2006).
32 HISBEMREHLURSHENRESE

) 1) S B A6 K3 7 B R AT 2 s s i A
Fh— P w5 I AC kD & e ? J R 2 — & AE g A
FFAE R T 2P Rk (R BR) 1T A A P e 1 AR B 5 4
(Charnov, 1982) . {E¥py s 4+R v He/E AR S )iz
FAAE, A0k 56 4 1 5 5 168 DU RE AR AT Sk B 4
S INRL AR B SR I Ta) L B R AR A
] R T ARG AT A B A7 OC (B4 F AL, 2000)
T 56 4 REAR SE A FS 5 | RFAE R kA, T o R+
(PR A b 78 16 2 %5 (Wilson et al., 1994);
TR 556 4 3 0 A oy 52 B (%) 1) ) AR ik 7 AR A8 4% Hs )
(Castellanos et al., 2006), |3k 5244 1 [F] f ek A ik
NIRER IR 58 4 o3 BRI R I %, XA AT AR A) 1) B
PR AR S L R 7 I HEAK, DRI AE R B D B
B 2 AT g2 o T kb e 3% 4 (Robertson
& Lloyd, 1993; Harder & Wilson, 1994),
3.3 EMMINET L BER

AEH S TN P34 VT B 6 S A B IR 3 Y
h G TR A8 45 A T R 2 3 1 AE AR 1)K 407
v Aekn 75 i ) i JRN A 2 0T 2O B2 1 AR Ak .
Erythronium grandiflorumif £ 25 /EIIE . T4 1<
A5 2 AT T2 R, T vy ERAEDOT B W) R R I R AR 24
TR, I RAC KT, (B2 RE S DK
A F SCE T A £ (Thomson & Thomson, 1992). (A1t
LK B 0 5 AT Rk 2> AN R 5E 45 AF R A6 40
2% (Richardson & Stephenson, 1989).
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il FRLEA A8 Stk R I A A S BLIN F F) 1EA i 677

LR LRI, P rEE A R S YR T
HLDAERY BN e (RAZ O 3R 5l ), T i At Ae
P RE A SR FIREL DR 5 1) A o 28 R0 AN A oy 2805 LA
LT ARt 22 N 22 s DA G o

4 M EMEFARPEFENEEERE

Bl B b0 4 7 R0 46 K S I IS 1 2 A Bt
FEERLENT204E . (ESLIAN], —SeffF 508 ALK
I N AR R AR A R AE I BT TR, AT
ek R IR LB O AW 5835 o HAE YRR
TEMREAL TR —ANIE N PER R T RE A, 1M A2 b7
FER RN 2% I 256 W 4R R h (B B B S8 R U
2005) . ILAT AR S IR RS JE o6t LR 1]
AT AR L 1 [m] 25

158, B TPPT L ALK S LI e B A ik A
R VA A T00 0 R o PRI T R ) AR R I R .
Erythronium grandiflorumE F-4& 4L Ky 3 F£ U5 AL,
{HE H R D 2 AL K 119 56 1% (Thomson &
Thomson, 1992), ifiDrosera tracyify & i [t et Ff
Vi, {HEE I B R (Wilson, 1995). Thomson
FThomson(1992) [FIfi#R & E. grandiflorum(fi{eky
B 5 IR S0 SRR AE A (3G B, PR AE B
HOFE VT FAR R B0 46K [R] I 52 0t s R K &
16 15 B35 2 AR A Sk A A8 3 2k T s 1 . Wilson
(1995) [Hfif#FE S {ED. tracyifs#Erh, Fifg4EIfAE
SLAR IR IFD AR o, eSS AR A0 R HOR RAER: B TR
TR IR ERER )R, (RN S AR 11 5w B
FIF R BA R ) o 1K 245 7 U8 B AR S I 3 1)
AR RN FC A A6 SRR IR AT R 2 R R, PPTHLIR R
eI HHEE Z MR ER, HlniseitAmesie
TR EAE H T4k IR ? e Ta T E R ?
iz T ey A5 A 2

ok, CAHMBITEZEE P RIS
FER B TR R N L, AR AN 2 BT e FI AR
TEAG R EAER o0 TG N ARk ¥, IR Z 1614k
JF AR AIE 5% 1 3 A A H50CA T R0 A2 T 55 s 2 D10 AH O (L
HAS AL S As 5538) (Berrett, 2003). 4843 S8
N P A2 1 5 e A S A % A T S s AH D2 AT 1 =
B LA M R A6k 3% A0 S EUER A (0 B AE K F )
AE 2B IR T 24) (1) — LEAE 47 (] 1] b B A M Al e 2 1)
TEAREAE, Wk ROk ) 5 3R 8 f1Myosotis  colonsoi
(Robertson & Lloyd, 1993). {¢i#HButomus um-

bellatus (Bhardwaj & Eckert, 2001)F175 H 16 FlH)
Bomarea acutifolia (Snow & Grove, 1995). It4F, ¢
By O I BRI R LB ) DL 2 —, e s
S T e 2 S 0 S AR AR AR 25 DI AR DG o AR I % S
A7 A A A A e A8 RE B 1 ) A A A
M ( Lloyd & Yates, 1982; Howell et al., 1993; Barrett,
2002). feA 2 0 5 I A LE A 2y 2 PR AL AR IR 2
WAL R B AR ? RN
MR T 24 1) 50 e A 2 HE I D e 23 25 Ak () )
Al I A HOdE N X2

B, MW RE T MEE . M SO IR PR iR
K B3 A5 FE B 25 (9 HL 2> (Charnov, 1982). Thomson
(2006) Ki 1tk 4rFCFE i (sex allocation theory) 576K
ST B U IR R R R ) P T L ) SR AT T
PRI, WO H 2 38 . 1) # B R ek 520
I P A R SR I ANE 1, Aeky IR (B
FUANREAN T L8 Pk S F 1y, 1T 7220 o 1P S
1, H2 58 AN [EAS LT O 5 A A )5

S0, A SRR IE PR PR e fe K S
& S, AHAH CHE TR 55 . PRBEDR 7 ey
ER T4k SLEUI P IR 2 SR ek 5 L 7 2 1
A IR E I IE N ST 2

BRI M P12 ok ) R, A B LA 7 1
AT

(L)FERFTT N2 b, EFE A 3G 1R ) A (WA
() J AR (LA 2 B0 I e A B At A A ) A SR
I P AS R R 3 A R 8ok REE M, LA AEIR]
—MEIIAS [F TF AL B A Ky 5 I 3 AN [R] (1) R4
KIE), B HACEEE . B0 R RGPS
W R RIAT LR G HIE, DL 58 35 1ok 52 30
PG, oY S N A TR AL, IR
ANIRWTAEH S DS Rk A 0 Y s S

QFEWIFTF BRIV L, BRI ) —Lesr
B 10 JATS AN REAS LM EF IR e o A8k s ) g ()
TNEARZ, ARBAT —FhJ75BE REAEN S e K )
A5 i [m] IF A5 T~ AR £ (Thomson & Thomson,
1992); W 5E B4 At Ky 2% 2 s AR M VRE A U 5 A% Ky =&
— R V5 ) PTG ARk B B Sk BTk A
I R R B RS (AR Ry f . IBAh, el T
BEAU 5 4% K 1ok B2t 1 43 N #fE (Harder & Wilson,
1994; Castellanos et al., 2006). [FIt, i Bh b id
RS HERR SEEG A, JF Bt 5 (R0 53 B 7
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(1 R S AR DGR A« A 00 1 v ok £
% (electronic particle analyser) WL AR I ALK b
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