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The effect of different chiral morphs on visitation rates and fruit set in the orchid Spiranthes
spiralis
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Background: The arrangement of flowers on inflorescences is important for determining the movement of pollinators within
the inflorescence and, consequently, the overall mating success and fruit set of a plant.
Aims: Spiranthes spiralis is an orchid that has a spiralled inflorescence. The species has two chiral forms that show opposite
coiling directions (clockwise and anti-clockwise). We tested if this arrangement of inflorescence influences pollinator
attraction and behaviour.
Methods: We surveyed two natural populations, analysed the reproductive compatibility of the two morphs and estimated
pollination success in natural and experimental populations.
Results: We found that the two morphs were not isolated by pre- or post-mating barriers, occurred with a similar proportion
in natural populations and showed similar levels of pollination success both in natural and artificial populations. However,
we found a different pattern of pollination success along the inflorescences. In the two morphs, lower flowers experienced a
higher pollination rate and this rate decreased along the inflorescence faster in anti-clockwise than in clockwise individuals.
Conclusions: This finding suggests that pollinators visit the flowers sequentially from the lower part of the inflorescences
and leave the anti-clockwise individuals more rapidly than the clockwise ones. However, this pollinator behaviour is not
detrimental for the pollination success of either of the two morphs.

Keywords: bee pollination; chirality; pollinator behaviour; pollination success; reproductive barriers

Introduction

In animal-pollinated plants, the flower has traditionally been
the evolutionary unit of pollination biology investigations
aiming at understanding plant–insect relationships (Harder
et al. 2004; Prusinkiewicz et al. 2007). However, many
studies have highlighted how also the plant inflorescence
is subject to strong pollinator-mediated selection as its
shape strongly determines pollinator behaviour and duration
of visits (Ohashi and Yahara 2001; Sletvold and Ågren
2010; Iwata et al. 2012). Flower size and number, density
of flowers on an inflorescence, three-dimensional arrange-
ment of flowers on the inflorescence have all been found to
be important for determining the attractiveness of individual
plants, the movement of pollinators within the inflorescence
and the overall mating success of the plant (Fishbein and
Venable 1996; Harder et al. 2004; Ishii et al. 2008). Indeed,
Jordan and Harder (2006) and Ishii et al. (2008) have
demonstrated that inflorescence architecture (i.e. the
arrangement of flowers on an inflorescence) affects the
numbers of flowers probed by bumble bees and that bees
discriminate between inflorescences with different energetic
foraging costs based on their architecture.

Most vascular plant species are characterised by a
unique genetically predetermined arrangement of flowers
along the inflorescence and of floral organs inside flowers
(Endress 1999; Costa et al. 2005). However, chirality, i.e.

where a symmetric organism has two mirrored morphs,
has been seldom reported. The most common cases of
chirality deal with the arrangement of leaves on the plant
stem (phyllotaxis) and the coiling direction of climbing
plants (Fredeen et al. 2002). More rarely, chirality has
been reported also for flower morphs and inflorescences
(Davis 1964; Davis and Ramanujacharyulu 1971; Kihara
1972; Jesson and Barrett 2000; Diller and Fenster 2014,
2016). Although the vast majority of plants are fixed for
one coiling direction (Edwards et al. 2007), the cause for
this directionality is known in only a few cases (Vermeij
1975; Jesson and Barrett 2000, 2002). In particular,
Hashimoto (2002) and Ishida et al. (2007) discovered
that SPIRAL1-like genes are involved in twisted growth
of various plant species.

The orchid Spiranthes spiralis (L.) Chevall. has flow-
ers which are bilaterally symmetrical, but produces chiral
inflorescences because the flowers coil around a central
axis in a clockwise or anti-clockwise fashion, or, very
rarely, uncoiled (Jacquemyn and Hutchings 2010; Iwata
et al. 2012). Often, chirality is a developmental conse-
quence and stochastically determined. For instance, in
Arabidopsis thaliana (L.) Heynh. phyllotaxy is determined
where a new organ meristem is formed relative to the
position of existing older organ meristems, on the flank
of the central shoot apical meristem (Hashimoto 2002).
However, little is known about the development of
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chirality in angiosperms in general, and orchids in parti-
cular. In Spiranthes sinensis (Pers.) Ames somewhere
during the development of the leaves, the stalks of the
individual leaves start to turn (Koriba 1914), but it is
unknown in which developmental stages this happens
exactly. Regardless of the developmental mechanism,
inflorescence chirality may have an effect on pollinator
behaviour if they show a preference for right- or left-sided
plants, a behaviour called handedness (Kells and Goulson
2001). Indeed, brain lateralisation acting as side bias for
motor output, perception and/or information processing is
being detected in a growing range of animals including
bees. Individuals of the bumblebee species Bombus lapid-
aries L., B. lucorum L. and B. pascuorum Scopoli have a
tendency to circle flowers arranged in rings on a vertical
raceme by either moving clockwise or anti-clockwise,
rarely switching between the two strategies (Kells and
Goulson 2001). Anfora et al. (2011) described lateralisa-
tion of learning in the brain of Bombus terrestris L. in
which learned responses to olfactory cues are biased
towards information from the right antenna. A similar
result was found in the honeybee Apis mellifera L. by
Letzkus et al. (2008), Anfora et al. (2010) and Frasnelli
et al. (2010). The drivers for the evolution of lateralisation
in associative learning of social bees are not yet known. It
is hypothesised that shared directionality in a population
might arise as an evolutionary strategy driven by living in
a social group, whereby an individual within a group
benefits from acting according to the behaviour of the
majority of the group individuals (Anfora et al. 2011).

Apis mellifera, B. lapidarius, B. pascuorum and B.
terrestris have all been recorded as main pollinators of S.
spiralis (Claessens and Kleynen 2011; Duffy and Stout
2011). When foraging on S. spiralis inflorescence, bees
and bumblebees land on a flower and climb upwards from
flower to flower, along the axis of the inflorescence (Van
der Cingel 1995; Claessens and Kleynen 2011). These
bees, when climbing up, can individually prefer to either
rotate clockwise or anti-clockwise along the inflorescence.
However, it is difficult to predict whether the preference of
individual pollinators can affect the pollination success
and fecundity of individual plant chiral morphs.

If pollinators of S. spiralis have a preference for one
chiral morph over the other, then this chiral morph will be
selectively preferred and experience higher fecundity. This
is because more flowers will be pollinated, and result in an
overall male and female reproductive success of the pre-
ferred morph. In the most extreme scenario, the two chiral
morphs can be partially or totally reproductively isolated if
pollinators selectively discriminate between the two
morphs and move pollen only within their preferred
morphs. Further, if one of the two chiral morphs has an
advantage over the other morph, then the amount of clock-
wise or anti-clockwise individuals in the field is not
expected to be equal.

Here, we test whether the two chiral morphs of S.
spiralis have a different frequency in natural populations
and whether they show some degree of reproductive

isolation either through pre-pollination or post-pollination
barriers. Then we estimate pollination success in natural
and artificially manipulated populations and the frequency
of pollination events along the inflorescences in order to
understand if chirality has an effect on pollinator beha-
viour and on the overall plant reproductive success.

Materials and methods

Species studied and study sites

Spiranthes spiralis is a perennial orchid species widely
distributed ranging from Britain and Ireland, through
mainland Europe, to southern Europe and the
Mediterranean (Jacquemyn and Hutchings 2010). This
species produces nectar and pollinators, mainly bumble-
bees and bees, necessary for successful pollination and
fruit set (Van der Cingel 1995; Claessens and Kleynen
2011, 2016; Duffy and Stout 2011). Flowers are twisted
spirally in the inflorescence, either clockwise (hereafter
referred to as C) or anti-clockwise (hereafter referred to
as A), around the axis, or more rarely all turned to one
side. There is no correlation between the coiling direction
of basal leaves and that of inflorescences (G. Scopece,
personal observation).

In this study, we surveyed a natural population grow-
ing in the surrounding of the University campus of Monte
Sant’Angelo (Naples, Italy; hereafter referred to as MSA)
and a natural population growing in a pine forest on
Mount Vesuvius (Naples, Italy; hereafter referred to
as VES).

Assessment of spiral direction

In each sampling year and population, we categorised
individuals in C and A based on the direction of the spiral
of flowers (Figure 1). To prevent confusion about the
terms clockwise and anti-clockwise, the direction of coil-
ing of flowers around the axis of the inflorescence was
defined as clockwise (C) if the flowers are placed from
west to east when the position of the flowers is followed

Figure 1. Spiranthes spiralis inflorescences with opposite coil-
ing direction: (a) anti-clockwise, (b) clockwise.
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from the bottom of the inflorescence towards the top.
Anticlockwise (A) was defined as the opposite of this
pattern. Plants are considered uncoiled when all flowers
are placed on the same side of the inflorescence. We
assessed spiral direction in three years in both sampling
populations (MSA 2009, 2015, 2016; VES 2009, 2013,
2015).

Pollination success

In three years in both of the natural populations (2011,
2015 and 2016 in MSA, 2009, 2013 and 2015 in VES), for
each sampled individual we counted the number of flowers
and, at the end of the flowering season, the number of
fruits produced as estimate of pollination success. We used
these data to calculate the absolute pollination success as
the number of fruits produced and the relative pollination
success as the ratio among fruits and flowers produced by
individuals of each morph. In two years in MSA (2015
and 2016) and in one year in VES (2013), for each
investigated individual, we recorded the position of the
inflorescence the flowers developed into a fruit. This
enabled us to calculate the probability of setting fruits
for the different positions of flowers along the inflores-
cence as the number of fruits produced at position n/total
number of flowers at position n.

During autumn 2015, we also established six artificial
plots, close to the MSA population, in order to compare
pollination performances between A, C and mixed AC
experimental populations. Plots were comprised of six
individuals. In mixed plots, we selected A and C indivi-
duals in order to avoid significant differences in number of
flowers. We established four intra-morph plots (two
including six individuals C and two including six indivi-
duals A) and two inter-morph plots (each including three
individuals C and three individuals A).

Reproductive barrier estimates

To estimate premating isolation due to phenological isola-
tion, flowering data were collected in VES in 2013 and in
MSA in 2013 and 2015. Individuals were marked and
visited periodically to record the number of flowers open
on each sampled individual.

In 2013, to estimate premating isolation due to polli-
nator isolation, we established two experimental plots
using fluorescent dyes as pollen analogues following

methods described by Waser and Price (1982) in order to
understand whether different morphs exchange pollen.
Each plot was made of six plants, three A and three C.
Inflorescence of a single plant per morph in each plot was
stained with a fluorescent dye (Radiant Color®, Magruder
Color, Richmond, CA, USA) using a brush and, after one
day unstained plants were inspected under UV lamp in
order to see whether they received fluorescent dye grains.

Finally, for estimating post-mating (pre- and postzygo-
tic) isolation due to crossing compatibility between chiral
morphs, we performed intra- and inter-morph hand polli-
nations following the methods of Scopece et al. (2007).
After crossing, individuals were bagged until fruits were
ripe. A subset of ripe fruits was collected and seeds were
observed under an optical microscope with 100× magnifi-
cation and were assigned to two mutually exclusive cate-
gories, viable and unviable seeds, based on the presence or
absence of viable embryos.

Data analysis

In each sampling year and in each sampled population, we
calculated the relative proportion of the two chiral morphs
(A, C) and we tested significant departures from the
expected 50:50 using a two-tailed binomial test. Then in
each population and in each year, we compared the num-
ber of flowers, the absolute and the relative pollination
success between the two chiral morphs using a Mann–
Whitney U test. We also conducted this analysis combin-
ing the data from all years of the two natural populations
(MSA and VES) in a single data set. We used the non-
parametric Kruskal–Wallis test with Mann–Whitney U
tests for multiple comparison.

We calculated a confidence interval (CI) of ±5% on
the phenological data and on the probability of setting
fruits for flower position along the inflorescence and we
considered differences to be significant where the CI of
data-points were not overlapping. All analyses were
performed using SPSS version 21 (SPSS Inc.,
Chicago, IL).

Results

In the VES population, A morphs were more abundant,
though not significantly, compared with C morphs over
the three sampling years (2009, 2013, 2015; see
Table 1). In the MSA population, A morphs were

Table 1. Different proportions of Spiranthes spiralis individuals with opposite coiling directions (A = anti-clockwise and
C = clockwise) in the sampling populations of Vesuvius (Province of Naples, Southern Italy, VES) and Monte Sant’Angelo (Naples,
Southern Italy, MSA).

Population Year Number of C %C Number of A %A Total number of individuals Two-tailed binomial test

VES 2009 163 45.79 193 54.21 356 0.124
VES 2013 34 40.00 51 60.00 85 0.082
VES 2015 34 47.89 37 52.11 71 0.813
MSA 2009 138 53.08 122 46.92 260 0.352
MSA 2015 106 43.98 135 56.02 241 0.071
MSA 2016 108 40.30 160 59.70 268 0.002
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significantly more abundant in one year (2016) and not
significantly different from C morphs in the other years
(2009 and 2015; see Table 1). The average amount of
non-spiralled plants in the natural populations was min-
ute (~3%); hence, these individuals were excluded from
the analyses.

The number of flowers produced did not differ
between A and C morphs in the natural populations and
across all years, except for the MSA population in 2016
(U = 6383.5; Z = −3.632; P < 0.001; Figure 2). Absolute
pollination success was not significantly different between
A and C morphs in the natural populations across sampled
years, except in the MSA population in 2016 where C
morphs produced significantly more fruits than A morphs
(U = 6179.5; Z = −3.960; P < 0.001; Figure 2). Relative
pollination success was significantly higher in A morphs
in the VES population in 2009 (U = 102.5; Z = −2.233;
P = 0.024) and in C morphs in the VES population in
2015 (U = 411.0; Z = 1077.0; P = 0.018) but was not
significantly different in all the other sampling populations
and years (Figure 2).

Overall, combining data from the three years, we
found no significant differences in the MSA population
in terms of number of flowers produced (U = 31,206.5;
Z = – 1.333; P = 0.183), absolute pollination success
(U = 30,261.0; Z = −1.884; P = 0.060) and relative
pollination success (U = 30,340.0; Z = – 1.841;
P = 0.066) in C morphs compared to A morphs. In the
VES population, we found no significant differences in the
number of flowers produced (U = 3130.0; Z = – 1.434;
P = 0.152) and absolute pollination success (U = 3376.0;
Z = −0.665; P = 0.506) yet a significant higher relative
pollination success (U = 2951.0; Z = – 1.990; P = 0.047)
in C morphs compared to A individuals.

Experimental plots with manipulated frequency of the
two chiral morphs showed no significant differences for
absolute pollination success (Kruskal–Wallis test: Chi-
square = 2.586; df = 2; P = 0.274) and relative pollination
success (Kruskal–Wallis test: Chi-square = 1.735; df = 2;
P = 0.420) (Figure 3).

We did not find any evidence of premating and post-
mating isolation between the two morphs.

Phenology was largely overlapping in the three
sampled years (Figure 4) and experimental plots with
stained individuals showed intra-morph movements of
fluorescent dye. We recorded one movement from A to
C and three movements from C to A. We did not record
any intra-morph movement.

Intra- and inter-morph crosses led to high levels of
fruit formation (Intra-morph crosses: n = 27; fruit forma-
tion = 0.93 +/– 0.27. Inter-morph crosses: n = 24; fruit
formation = 0.85 +/– 0.34) and seed viability (Intra-morph
crosses: n = 4; seed viability = 0.79 +/– 0.02. Inter-morph
crosses: n = 3; seed viability = 0.72 +/– 0.14). Intra- and
inter-morph hand pollinations did not differ in fruit set
(U = 282.5; Z = −1.311; P = 0.190) or in their seed
viability (U = 4.0; Z = −0.707; P = 0.629).
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Figure 2. Comparison of mean flower number, mean absolute
pollination success and mean relative pollination success of
Spiranthes spiralis individuals with opposite coiling directions
(A = anti-clockwise: grey bars; C = clockwise: white bars) in the
populations at Mount Vesuvius (Province of Naples, Southern
Italy, VES) in 2009, 2013, 2015 and at Monte Sant’Angelo
(Naples, Southern Italy, MSA) in 2011, 2015, 2016. Error bars
represent standard error. Asterisks indicate significant differences
after Mann–Whitney U test.
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The probability of setting fruit along the inflorescences
showed different patterns in A and C morphs. In the first
(lowermost) flowers (up to flower 10 from the bottom of
the inflorescence), the proportion of flowers pollinated was
similar in C and A morphs (Figure 5). However, after this
position in the inflorescence, fruit set was higher for C
morphs than A morphs (Figure 5). This pattern was found
in each year of the study.

Discussion

In this study, we analysed pollination success (in terms of
fruit set) of two chiral morphs of the orchid Spiranthes
spiralis. Overall, we have found that the two morphs are
not reproductively isolated and that they show similar
levels of pollination success. However, the two morphs
can differ in probability of setting fruit depending on the
flower position along the inflorescence. Although we
never directly observed pollinators on the two chiral
morphs, this finding suggests that different pollinator
behaviour can affect fruit set in the two morphs, depend-
ing on the preferences of the local pollinator community.

Chiral morphs can be partially or totally reproduc-
tively isolated if chirality directly affects inter-morph
mating. For instance, in snails, rare individuals with
anti-clockwise shell coiling are unable to mate with

individuals with clockwise shell coiling, so directional-
ity is maintained by frequency-dependent sexual selec-
tion (Schilthuizen et al. 2007). In our case study,
chirality does not represent an isolating barrier as polli-
nators move pollen (as estimated by pollen-analogue
fluorescent dyes) between the two morphs, and hand
pollinations confirmed that the two morphs are fully
compatible. The two morphs also show an almost com-
plete overlap in flowering time (Figure 4). Thus, overall,
they do not show any degree of pre- or post-mating
reproductive isolation.

Nevertheless, different chiral morphs could still affect
pollinator visits with consequences for plant pollination
success and relative frequency of the two morphs in nat-
ural populations. The two chiral morphs do not differ both
in terms of phenology and flower number so that different
inflorescence orientation represents the major visual factor
discriminating between the flower display of the two
morphs. With few exceptions, we did not find significant
difference in absolute and relative pollination success of
the two morphs both in natural populations and in artificial
plots where the ratio between morphs has been artificially
manipulated.

However, our data suggest that chirality affects
pollinator foraging behaviour. The frequency of polli-
nated flowers along the inflorescence confirms the
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Figure 4. Phenology of Spiranthes spiralis individuals with anti-clockwise (A: dotted line) and clockwise (C: solid line) chiral morphs
in the sampled populations at Mount Vesuvius (Province of Naples, Southern Italy, VES) and at Monte San’Angelo (Naples, Southern
Italy, MSA).

Spiranthes Spiralis Pollination 5



upward movement of the bees along a vertical inflor-
escence (Darwin 1862). Indeed, we found that the
probability of being fertilised progressively decreases
from lower to upper flowers of the inflorescences, with
the uppermost flowers often unvisited. This suggests
that pollinators preferentially start foraging from the
basal flowers but often stop probing at one point along
the inflorescence axis. The twisting of the inflorescence
probably reduces the number of successive probes
within inflorescence and the time length of foraging
path. A similar pattern was found in Spiranthes sinen-
sis where a negative correlation between the size of

helical angle between two successive flowers and skip
behaviour (number of skips of neighbouring flowers
per visit) has been found and hypothesised as a poten-
tial mechanism for reducing geitonogamy (Iwata et al.
2012). The probability of setting fruits for the different
positions of flowers along the inflorescence suggests
that frequency of pollinator probing differs between
clockwise and anti-clockwise morphs, being shorter in
the latter and, in particular, that the probability that a
pollinator leaves the inflorescence (thus reducing the
number of pollinated flowers) increases after the first
10 flowers (roughly corresponding to a first
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inflorescence turn). However, the probability of being
pollinated decreases, from the bottom to the top, faster
for flowers on the A morphs than on the C morphs.
Whether biases in learned responses of main pollina-
tors result in a preference for visiting particular inflor-
escence morphs as found here for clockwise S. spiralis
needs further experimental validation but it might offer
an evolutionary explanation for the presence of chiral-
ity in these plants.

Across three years and in the two populations we
often found a corresponding slightly higher pollination
success for C morphs (both for absolute and relative
pollination success). Overall, this difference in pollina-
tor visitation rates does not seem to be detrimental for
absolute pollination success of A morphs. However,
when analysing all years together, this difference
seems to confer a slight advantage to C morphs (at
least in VES population) in terms of relative pollina-
tion success, an issue particularly relevant when deal-
ing with perennial plants as these orchids are. This
trend was however contradicted in VES population in
2009, where relative pollination success was higher for
A than C plants suggesting that other, maybe stochas-
tic, factors may sometime alter the general trend we
found and supporting the absence of any evident selec-
tive advantage for the C plants. Accordingly, in the
investigated natural populations, the two morphs have
similar frequency with slight variation around a 50:50
ratio of clockwise and anti-clockwise morphs. This
finding is in general agreement with similar results
on clockwise and anticlockwise arrangement of the
leaves in several wild herbaceous and woody plants
(Allard 1951).

In extensive studies on the related species Spiranthes
sinensis, clockwise and anti-clockwise inflorescences were
found to grow in similar proportions and, in single indivi-
duals producing two inflorescences, the two chiral morphs
showed CC, AC, AA combinations in a ratio 1:2:1, indi-
cating that the direction of spirals was not predetermined
but likely it was determined by chance (Koriba 1914). As
the frequency of the two different morphs are not appar-
ently selected by pollinators, this may explain their similar
occurrence in natural populations of S. spiralis with the
few reported cases of skewed distribution that are probable
due to local demographic/stochastic processes typical of
orchids (during seedling establishment and dormancy)
rather that to the action of selective agents. Nevertheless,
inflorescence chirality is widespread in the genus
Spiranthes (Dueck et al. 2014). This suggests that, rather
than some adaptive advantage, the occurrence of chirality
in S. spiralis may also be the consequence of a phyloge-
netic constraint.

Acknowledgments
Authors thank Nicolas Davin, Susy Iorio, Laura Cascone and
Marco Barbato for their help with data collection. They also
thank Karl Duffy for useful comments on an earlier version of

the MS. This research was carried out in the frame of Programme
STAR, financially supported by UniNA and Compagnia di San
Paolo.

Disclosure statement
No potential conflict of interest was reported by the authors.

Funding
This research was carried out in the frame of Programme STAR,
financially supported by UniNA and Compagnia di San Paolo.

Notes on contributors
Giovanni Scopece is a Researcher with a special interest in plant–
insect interactions and in their impact on plant evolution.

Barbara Gravendeel research focuses on genomics and museo-
mics for answering biological questions.

Salvatore Cozzolino is a Professor. His main research interests
span from plant ecology to plant genetics with a particular focus
on evolutionary dynamics of Mediterranean plants.

References
Allard HA. 1951. The ratios of clockwise and counterclockwise

spirality observed in the phyllotaxy of some wild plants.
Castanea 16:1–6.

Anfora G, Frasnelli E, Maccagnani B, Rogers LJ, Vallortigara G.
2010. Behavioural and electrophysiological lateralization in a
social (Apis mellifera) but not in a non-social (Osmia cornuta)
species of bee. Behavioural brain research 206:236–239.

Anfora G, Rigosi E, Frasnelli E, Ruga V, Trona R, Vallortigara
G. 2011. Lateralization in the invertebrate brain: left-right
asymmetry of olfaction in bumble bee, Bombus terrestris.
PLoS One 6:e18903.

Claessens J, Kleynen J. 2011. The flower of the European orchid.
Form and function. Voerendaal: Schrijen-Lippertz.

Claessens J, Kleynen J. 2016. The pollination of European orch-
ids Part 4: Goodyera and Spiranthes. Journal of the Hardy
Orchid Society. 13:54–61.

Costa MMR, Fox S, Hanna AI, Baxter C, Coen E. 2005.
Evolution of regulatory interactions controlling floral
asymmetry. Development 132:5093–5101.

Darwin CR. 1862. On the various contrivances by which British
and foreign orchids are fertilised by insects, and on the good
effects of intercrossing. London: J. Murray.

Davis TA. 1964. Aestivation in Malvaceae. Nature 201:515–516.
Davis TA, Ramanujacharyulu C. 1971. Statistical analysis of

bilateral symmetry in plant organs. Indian Journal of
Statistics 33:259–290.

Diller C, Fenster CB. 2014. Corolla chirality in Hypericum
irazuense and H. costaricense (Hypericaceae): parallels
with monomorphic enantiostyly. Journal of the Torrey
Botanical Society 141:109–114.

Diller C, Fenster CB. 2016. Corolla chirality does not contribute
to directed pollen movement in Hypericum perforatum
(Hypericaceae): mirror image pinwheel flowers function as
radially symmetric flowers in pollination. Ecology and
Evolution 6:5076–5086.

Dueck LA, Aygoren D, Cameron KM. 2014. A molecular frame-
work for understanding the phylogeny of Spiranthes
(Orchidaceae), a cosmopolitan genus with a North
American center of diversity. American Journal of Botany
101:1551–1571.

Spiranthes Spiralis Pollination 7



Duffy KJ, Stout JC. 2011. Effects of conspecific and heterospe-
cific floral density on the pollination of two related rewarding
orchids. Plant Ecology 212:1397–1406.

Edwards W, Moles AT, Franks P. 2007. The global trend in plant
twining direction. Global Ecology and Biogeography
16:795–800.

Endress PK. 1999. Symmetry in flowers: diversity and evolution.
International Journal of Plant Sciences 160:S3–S23.

Fishbein M, Venable DL. 1996. Evolution of inflorescence
design: theory and data. Evolution 50:2165–2177.

Frasnelli E, Vallortigara G, Rogers LJ. 2010. Response competi-
tion associated with right-left antennal asymmetries of new
and old olfactory memory traces in honeybees. Behavioural
Brain Research 209:36–41.

Fredeen AL, Horning JA, Madill RW. 2002. Spiral phyllotaxis of
needle fascicles on branches and scales on cones in Pinus
contorta var. latifolia: are they influenced by wood-grain
spiral? Canadian Journal of Botany 80:166–175.

Harder LD, Jordan CY, Gross WE, Routley MB. 2004. Beyond
floricentrism: the pollination function of inflorescences. Plant
Species Biology 19:137–148.

Hashimoto T. 2002. Molecular genetic analysis of left-right
handedness in plants. Philosophical Transactions of the
Royal Society of London Series B-Biological Sciences
357:799–808.

Ishida T, Thitamadee S, Hashimoto T. 2007. Twisted growth and
organization of cortical microtubules. Journal of Plant
Research 120:61–70.

Ishii HS, Hirabayashi Y, Kudo G. 2008. Combined effects of
inflorescence architecture, display size, plant density and
empty flowers on bumble bee behaviour: experimental
study with artificial inflorescences. Oecologia 156:341–350.

Iwata T, Nagasaki O, Ishii HS, Ushimaru A. 2012. Inflorescence
architecture affects pollinator behaviour and mating success
in Spiranthes sinensis (Orchidaceae). New Phytologist
193:196–203.

Jacquemyn H, Hutchings MJ. 2010. Biological flora of the
British Isles: Spiranthes spiralis (L.) Chevall. Journal of
Ecology 98:1253–1267.

Jesson LK, Barrett SCH. 2000. Enantiostyly: solving the puzzle
of mirror-image flowers. Nature 417:707–707.

Jesson LK, Barrett SCH 2002. The genetics of mirror-image
flowers. Proceedings of the Royal Society of London Series
B-Biological Sciences 269:1835–1839.

Jordan CY, Harder LD. 2006. Manipulation of bee behavior by
inflorescence architecture and its consequences for plant
mating. American Naturalist 167:496–509.

Kells AR, Goulson D. 2001. Evidence for handedness in bum-
blebees. Journal of Insect Behavior 14:47–55.

Kihara H. 1972. Right- and left-handedness in plants - A review.
Seiken Ziho 23:1–37.

Koriba K. 1914. Mechanisch-phsyiologische Studien uber die
Drehung der Spiranthes-Ahre. Journal of the College of
Science, Imperial University of Tokyo 36:177.

Letzkus P, Boeddeker N, Wood JT, Zhang SW, Srinivasan MV.
2008. Lateralization of visual learning in the honeybee.
Biology Letters 4:16–18.

Ohashi K, Yahara T. 2001. Behavioral responses of pollinators to
variation in floral display size and their influences on the
evolution of floral traits. In: Chittka L, Thomson JD, editors.
Cognitive ecology of pollination. Cambridge, UK:
Cambridge University Press. p. 274–296.

Prusinkiewicz P, Erasmus Y, Lane B, Harder LD, Coen E. 2007.
Evolution and development of inflorescence architectures.
Science 316:1452–1456.

Schilthuizen M, Craze PG, Cabanban AS, Davison A, Stone J,
Gittenberger E, Scott BJ. 2007. Sexual selection maintains
whole-body chiral dimorphism in snails. Journal of
Evolutionary Biology 20:1941–1949.

Scopece G, Musacchio A, Widmer A, Cozzolino S. 2007.
Patterns of reproductive isolation in Mediterranean deceptive
orchids. Evolution 61:2623–2642.

Sletvold N, Ågren J. 2010. Pollinator-mediated selection on floral
display and spur length in the orchid Gymnadenia conopsea.
International Journal of Plant Sciences 171:999–1009.

Van der Cingel NA. 1995. An atlas of orchid pollination—
European orchid. Rotterdam: Balkema.

Vermeij GJ. 1975. Evolution and distribution of left-handed and
planispiral coiling in snails. Nature 254:419–420.

Waser NM, Price MV. 1982. A comparison of pollen and fluor-
escent dye carry-over by natural pollinators of Ipomopsis
aggregata (Polemoniaceae). Ecology 63:1168–1172.

8 G. Scopece et al.


