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Simple Summary: Why do plants have showy flowers? Clearly, many plant species must attract
pollinators and have floral adaptations for this. However, some flowers attract insects without
showy petals. This suggests that a key function of showy visual signals is to attract naïve, first-time
pollinator visitors. This is similar to how a restaurant with a large sign and showy visual signals
may be especially important in gaining first-time visits when competing with other establishments or
plants. Customers or pollinators will know if the first visit is rewarding and use this to decide whether
to revisit. First, they must visit. Most flowers and restaurants would benefit from more visitors.
Restaurants usually have empty tables, and many flowers are pollen limited in their reproduction.
Here, we manipulated the ray petals of inflorescences of two garden flowers to test the hypothesis
that the role of showy visual signals is to attract naïve visitors. On their first inflorescence visit
to both species, naïve honey bees and bumble bees were more likely to visit intact inflorescences,
than those with ray petals removed. However, by the tenth consecutive inflorescence, bees showed
no preference. A positive correlation was observed between the visitation of inflorescences with
no petals and the inflorescence number on both study plants, for both bees. These results strongly
suggest that a key function of showy petals is to attract naïve, first-time visitors.

Abstract: Flower evolution includes a range of questions concerning the function of showy morpho-
logical features such as petals. Despite extensive research on the role of petals in attracting pollinators,
there has been little experimental testing of their importance in attracting naïve versus experienced
flower-visitors. In an exploratory field study, we manipulated the ray petals of inflorescences of
two garden flowers, Rudbeckia hirta and Helenium autumnale, to test the hypothesis that these showy
structures primarily function to attract first-time, naïve, visitors. On their first inflorescence visit to
both species, naïve honey bees and bumble bees were more likely to visit intact inflorescences, than
those with ray petals removed. However, by the tenth consecutive inflorescence on the same visit to
the flower patch, test insects showed no preference. A positive correlation was observed between the
visitation of inflorescences with zero petals and inflorescence number on both study plants, for both
bees. These results suggest that a key function of showy petals is to attract naïve, first-time visitors.
Similar to how a restaurant attracts diners with a large sign, showy signals may be vital to enticing
first-time visitors when competing with other establishments or plants for customers or pollinators.
We hope the findings of this exploratory study will stimulate further work in this area.

Keywords: bees; behaviour; flowers; floral advertising; foraging; ray petals

1. Introduction

Why do plants have showy flowers? Clearly, many plant species (~85% [1]) must
attract pollinators and have floral adaptations for this [2–5]. Petals or analogous flower parts
are generally not green to contrast visually against background foliage [5] and ultraviolet
light, a colour seen by most insects, is often part of the visual signal [6]. This suggests that a
key function of showy visual signals is to attract naïve, first-time pollinator visitors. Similar
to how a restaurant with a large sign, showy visual signals may be especially important in
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gaining first-time visits when competing with other establishments or plants. Customers
or pollinators will know if the first visit is rewarding and use this to decide whether to
revisit. First, they must visit. Restaurants usually have empty tables [7], and many flowers
are pollen limited in their reproduction [8]. As such, most flowers and restaurants would
benefit from more visitors.

Asteraceae contains over 25,000 species, are abundant on every continent [9], and
are considered the largest, most successful, and highly evolved of all plant families [10].
One particular adaptation that this group possesses is the capitular inflorescence, which
comprises many small flowers that open over one or more weeks [11]. In addition, many
Asteraceae possess flowers with accessible floral rewards, meaning that they are generalists
who cater to a wide variety of potential flower-visiting species [12,13]. The small tubular
disc flowers of Asteraceae are, however, modest and, unless en masse, inconspicuous.
Hence, many species have showy marginal or ray petals which are either sterile or female.

Here, we test and provide initial support for the hypothesis that showy petals are par-
ticularly attractive to first-time visitors by removing the ray petals from the inflorescences
of two Asteraceae and comparing the flower choices of naïve and experienced bee visitors
to control inflorescences.

2. Methods
2.1. Experimental Setup

All data were collected in a private domestic garden (Hazelmere, Magham Down,
East Sussex, 50.880, 0.284) between 1000 and 1600 h during July and August 2021 and in
weather conditions suitable for all flower-visitor activity (generally sunny, ≥16 ◦C and
light wind). We used exotic Asteraceae to minimise the likelihood that flower visitors
in the area had experienced these species: Rudbeckia hirta (var. ‘Black Eyed Susan’), and
Helenium autumnale (var. ‘Sahin’s Early Flowerer’). These varieties were also selected for
their large and conspicuous ray petals. Asteraceaeae were ideal subjects as the capitulum
inflorescence is robust and easy to manipulate by removing ray-floret petals manually.
Importantly, the central disc in the study species was large so the removal of petals did not
render the remainder of the flower inadequate for the study insects to land on. In many
flowers, the petals form part of the landing platform, so removing them would compromise
insect visitation.

Each of the four study patches measured approximately 4 m2 and comprised 16–20 plants
of a single variety in full bloom with, on average, 132 (standard deviation, ±33.6) inflo-
rescences. The plants were in 10 l pots, 0.5–1 m in height, and were placed close together
so that the distance between inflorescences was <20 cm. For the experienced flower-visitor
experiment, we set out one patch of each study plant variety with inflorescences of the three
treatments on 20 July 2021. For the naïve flower-visitor experiment, we set out a further patch
of H. annus on 19 August 2021 and a further patch of R. hirta on 20 August 2021.

Because honeybees and other flower-visitors show an innate preference for symmet-
rical flower shapes [14–16](Giurfa et al., 1996; Möller and Sorci, 1998; Orban et al., 2015),
we used symmetrical ray petal treatments. Each capitulum was subject to one of three
treatments: (i) zero ray petals (i.e., all petals removed), (ii) four ray petals in a cross arrange-
ment, and (iii) all petals (i.e., all petals left intact). By judicially selecting which treatment
newly blooming inflorescences received we ensured each patch contained equal numbers
of inflorescences per treatment and that the treatments were dispersed approximately
evenly across each patch. Treatments were equalised throughout the experimental period
as needed. Old inflorescences were removed.

2.2. Inflorescence Measurements

For both study plants, we counted the number of ray petals per inflorescence and
measured the diameter of ten intact inflorescences (i.e., central disc plus ray petals) and the
central discs alone. These data were used to determine the relative area of visual display of
the central disc or the intact flower for the two study plant species.
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2.3. Experienced Flower-Visitors

To identify foragers that had previously visited the experimental patches (i.e., experi-
enced visitors), from 09 to 11 August 2021, we used acrylic paint to uniquely mark actively
foraging flower-visitors. During 12–14 August, flower-visitors were followed and the
number and sequence of the treatment of the inflorescences visited by marked individuals
were recorded. We collected data for a total of 22 h over this period.

2.4. Naïve Flower-Visitors

Data were collected during six study days, from 19 August to 6 September 2020. When
data were not being collected plants were placed in commercially available fine mesh cages
(GardenSkill 1.35 m pop-up cage, MPN: GPN100/125-04) to exclude all insect visitors after
removing the cages. We patiently waited beside the patches for naïve insects to arrive and
recorded the sequence in which they visited ten experimental inflorescences. To ensure
we only studied naïve insects, we then captured and marked all insects with acrylic paint
using a honey bee queen marking cage. Although we cannot be certain that the flower-
visitors studied had not visited these flower species previously as their prior experience is
unknown, they were naïve to our study patches and treatments.

2.5. Statistical Analysis

Statistical analyses were conducted using ‘R’ software (version 3.4.3 [17]). The as-
sumptions of a beta regression model were met and the ‘betareg’ package was used for
analysis [18]. Beta regression was used to test the relationship between the response vari-
able, the proportion of visits to experimental treatments (zero, four or all petals), and the
explanatory variable, the number of inflorescences visited. Chi-squared analyses compared
raw numbers (observation proportions) to expected probabilities (equal visitation across
treatments). Data visualisations were created using the package ‘ggplot2’ [19]. Bees were
grouped by genus for analysis.

3. Results
3.1. Inflorescence Measurements

Both study plants had hemispherical to spherical central discs with hundreds of florets.
H. autumnale ray petals are yellow with orange tinges. Inflorescences had 14.7 ± 2.06
(mean ± SD) ray petals. The diameter of the whole inflorescence was 64.5 ± 3.92 mm and
the central disc 21.6 ± 0.70 mm. R. hirta’s ray florets were yellow with orange/brown
tinges in some plants. Inflorescences had 13.0 ± 0.67 ray petals, with a diameter of
108.5 ± 19.51 mm, with a central disc of 21.6mm ± 0.70. Given that the total inflores-
cence diameters were approximately 3 and 5 times that of the central disc, the ray petals
provided by far the greater area of visual display, c. 8 and 24 times that of the central disc.

3.2. Experienced Visitors

We recorded ten uniquely marked experienced honey bees foraging on each of the two
study flowers and followed them for an average of 23 consecutive inflorescences. These
bees visited significantly fewer R. hirta inflorescences with no petals compared to those
with four or all petals (no petals: 68, four petals: 99, all petals: 103; χ2 = 8.156, df = 2,
p = 0.017). However, there was no visitation trend on H. autumnale inflorescences (58, 65, 60;
χ2 = 0.426, df = 2, p = 0.808).

3.3. Naïve Visitors

We recorded 42 naïve honey bees (R. hirta: 23; H. autumnale: 19) and 28 bumble bees
(Bombus terrestris/lucorum and B. pascuorum; R. hirta: 17; H. autumnale: 11) foraging on ten
consecutive inflorescences.

The majority of naïve honey bees (R. hirta: 0.83; H. autumnale: 0.73) and bumble bees
(R. hirta: 0.83; H. autumnale: 0.72) initially visited inflorescences with all petals on both
plant species, with a very low proportion visiting those with zero petals (honey bees: 0.04,
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0.06; bumble bees: 0.00, 0.18). This difference was significant for honey bees on both plants
(R. hirta: χ2 = 25.391, df = 2, p < 0.001; H. autumnale: χ2 = 13, df = 2, p = 0.002). However,
by the tenth inflorescences, all three treatments were visited by honey bees in roughly
equal proportions and did not differ significantly across the three treatments on either plant
species (R. hirta: χ2 = 1.652, df = 2, p = 0.438; H. autumnale: χ2 = 0.333, df = 2, p = 0.847).
Bumble bees followed a similar pattern, predominately visiting R. hirta inflorescences with
all petals initially (χ2 = 21, df = 2, p < 0.001) and by the tenth flower, no preference was
evident (χ2 = 1.33, df = 2, p = 0.513). Sample sizes were not great enough to allow the
analysis of the H. autumnale bumble bee data. Nevertheless, the trends in the data followed
a similar trajectory (Figure 1).
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Figure 1. Proportion of visits by naïve bumbles bees (a,c) and honey bees (b,d) to inflorescences with
all ray petals present (red circles), with four petals (yellow triangles), and those with all their ray
petals removed (blue squares). The inflorescences number in the sequence of the bees’ first ten visits
is given on the x-axis. Shown are beta regressions (lines) and 95% confidence intervals (shaded areas).

Overall, the data show a negative correlation between the proportion of inflorescences
with all petals visited by both honey bees and bumble bees and the inflorescence number for
both R. hirta and H. autumnale (Figure 1). Two of these four analyses indicated a significant
correlation (Table 1). No significant trends were observed with the visitation of flowers
with four petals. By contrast, a positive correlation was observed between the proportion
of inflorescences with no petals visited by honey bees and bumbles bees and inflorescence
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number on both study plants. All four analyses indicated the correlation was statistically
significant (Table 1).

Table 1. Output from beta regression analysis of naïve bees (Pseudo R2, z-value, and p-value) for the
two study plant species, two study bee genera, and treatment types. Treatments: (i) All petals (all
petals left intact), (ii) Four petals (all but four petals removed), and (ii) No petals (all petals removed).

Plant Species Bee Genus Treatment R2 z-Value p-Value

Rudbeckia hirta Apis All petals 0.18 −1.497 0.134
Rudbeckia hirta Apis Four petals 0.01 −0.309 0.757
Rudbeckia hirta Apis No petals 0.40 2.263 0.008

Helenium autumnale Apis All petals 0.40 −2.521 0.012
Helenium autumnale Apis Four petals 0.26 1.636 0.102
Helenium autumnale Apis No petals 0.30 2.897 0.004

Rudbeckia hirta Bombus All petals 0.28 −1.850 0.064
Rudbeckia hirta Bombus Four petals 0.13 1.067 0.286
Rudbeckia hirta Bombus No petals 0.32 2.58 0.010

Helenium autumnale Bombus All petals 0.69 −4.782 <0.001
Helenium autumnale Bombus Four petals 0.16 2.326 0.259
Helenium autumnale Bombus No petals 0.33 2.386 0.017

4. Discussion

The results indicate that the additional visual signal provided by the ray petals func-
tioned differently for naïve and experienced bee visitors. Initially, naïve honey bees and
bumble bees preferentially visited treatment inflorescences with all petals on both plant
species. However, very quickly and by the tenth inflorescence visit, foragers showed no
preference among inflorescences with all, four, or zero ray petals.

Flowers “advertise” themselves via showy displays [20] and in doing so incur costs [21].
The conspicuous yellow ray petals of our study plants presumably served as long-distance
signals that attracted naive flower-visitors to the patches. In many plant species, larger
floral displays have been documented to increase the number of long-distance approaches
by pollinators [22,23]. Both plant species also possess ultraviolet floral guides [6,24,25],
which serve to orient bees at close range toward the reward (i.e., nectar and/or pollen),
and which also known to increase visitation rates [6]. Large and colourful floral displays
are known to reduce the search times and influence the flower choice of honey bees and
bumble bees due to limitations in their visual resolution [26–28].

Numerous observational and experimental studies in other species of Asteraceae
have shown that capitula with ray petals receive more visitation than rayless [4,29–32].
Our results agree with this to a degree, but with the important additional result that the
ray petals primarily serve to attract naïve insects, indicating that the primary function of
ray petals is to attract naïve, first-time visitors. To give a human analogy, a large showy
restaurant advertisement may be attractive to first-time visitors. However, once the location
and the quality of the food on offer at the restaurant are known, large signage is a less
important criterion in the decision to return as the value of the resource and its location
are now known. Bees are known to exhibit both long-range and short-range selectivity
when foraging and the criteria can differ between the two [33]. Our results show that naïve
bees very quickly changed their behaviour. This agrees with previous studies which have
shown that bee foraging behaviour and flower selection is extremely flexible. For example,
bees have been observed to associate display size [34], flower colour [35], and patch [36]
with nectar rewards within their first three flower visits.

Coevolution between flowering plants and pollinators has ramifications for many
elements of pollinator biology. Classically, for example, there has been much emphasis on
floral traits that advantage pollinators that have particular morphological features, such as
recessed nectar requiring an insect with a long tongue, as in Darwin’s Orchid (Angraecum
sesquipedale) which is pollinated by a long-tongued Sphingidae moth [37]. In the case of
petals, many flowers pollinated by birds have red petals, a colour that most insects cannot
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see. However, in the case of the red field poppy, Papaver rhoeas, in its native area it and other
red-petalled flowers are visited by Glaphyridae beetles that can see red. These do not occur
in Europe, where following its introduction by early agriculturalists P. rhoeas has changed its
petal colour from red to red+ultra violet, which can be seen by bees [38]. Our results also show
that the ability of insects to rapidly learn may also have an important role in the evolution of
floral traits. This is also seen in adaptive-colour change in floral parts, by which insects learn
to avoid flowers that have changed colour to signify that they are no longer rewarding [39].
In short, the ability of bees and other pollinators to rapidly responds to differences in rewards
is likely to be a significant selective force on the evolution of floral traits.

Our research provides interesting results and a novel hypothesis on the role of petals
in plant-pollinator coevolution. But of course, further work on a larger scale is needed to
test this hypothesis and determine the generality of our findings. For example, presenting
bees with pure- and mixed-signal patches would allow investigation into the effect of long-
versus. short-range signals. Moreover, further work should exclude the possibility that
removing petals either reduces nectar production or releases repellent volatiles. We hope
the findings of this exploratory study will stimulate further research in this area.

Author Contributions: Conceptualization, F.L.W.R.; methodology, F.L.W.R. and N.J.B.; validation,
F.L.W.R. and N.J.B.; formal analysis, N.J.B.; investigation, F.L.W.R. and N.J.B.; resources, F.L.W.R.; data
curation, N.J.B.; writing—original draft preparation, N.J.B.; writing—review and editing, F.L.W.R.
and N.J.B.; visualization, N.J.B.; funding acquisition, F.L.W.R. All authors have read and agreed to
the published version of the manuscript.

Funding: N.B. was funded by Rowse Honey Ltd.

Data Availability Statement: Data associated with this manuscript are accessible at Figshare https:
//www.mdpi.com/1999-4893/16/2/112 (Balfour and Ratnieks, 2022).

Acknowledgments: We thank to our funders Rowse Honey Ltd.

Conflicts of Interest: The authors declare no conflict of interest.

References
1. Ollerton, J.; Winfree, R.; Tarrant, S. How many flowering plants are pollinated by animals? Oikos 2011, 120, 321–326. [CrossRef]
2. Marshall, D.F.; Abbott, R.J. Polymorphism for outcrossing frequency at the ray floret locus in Senecio vulgaris L. II. Confirmation.

Heredity 1984, 52, 331–336. [CrossRef]
3. Sun, M.; Ganders, F.R. Outcrossing rates and allozyme variation in rayed and rayless morphs of Bidens pilosa. Heredity 1990, 64,

139–143. [CrossRef]
4. Andersson, S. Pollinator and non-pollinator selection on ray morphology in Leucanthemum vulgare (oxeye daisy, Asteraceae). Am.

J. Bot. 2008, 95, 1072–1078. [CrossRef] [PubMed]
5. Bukovac, Z.; Shrestha, M.; Garcia, J.E.; Burd, M.; Dorin, A.; Dyer, A.G. Why background colour matters to bees and flowers.

J. Comp. Physiol. A 2017, 203, 369–380. [CrossRef]
6. Horth, L.; Campbell, L.; Bray, R. Wild bees preferentially visit Rudbeckia flower heads with exaggerated ultraviolet absorbing

floral guides. Biol. Open 2014, 3, 221–230. [CrossRef] [PubMed]
7. Robson, S.K.; Kimes, S.E.; Becker, F.D.; Evans, G.W. Consumers’ responses to table spacing in restaurants. Cornell Hosp. Q. 2011,

52, 253–264. [CrossRef]
8. Ashman, T.L.; Knight, T.M.; Steets, J.A.; Amarasekare, P.; Burd, M.; Campbell, D.R.; Dudash, M.R.; Johnston, M.O.; Mazer, S.J.;

Mitchell, R.J.; et al. Pollen limitation of plant reproduction: Ecological and evolutionary causes and consequences. Ecology 2004,
85, 2408–2421. [CrossRef]

9. Thorne, R.F. The classification and geography of the flowering plants: Dicotyledons of the class Angiospermae. Bot. Rev. 2000, 66,
441–647.

10. Proctor, M.; Yeo, P.; Lack, A. The Natural History of Pollination; HarperCollins: New York, NY, USA, 1996.
11. Burtt, B.L. Compositae and the study of functional evolution. Trans. Bot. Soc. Edinb. 1961, 39, 216–232. [CrossRef]
12. Balfour, N.J.; Fensome, K.A.; Samuelson, E.E.; Ratnieks, F.L. Following the dance: Ground survey of flowers and flower-visiting

insects in a summer foraging hotspot identified via honey bee waggle dance decoding. Agric. Ecosyst. Environ. 2015, 213, 265–271.
[CrossRef]

13. Balfour, N.J.; Ratnieks, F.L. The disproportionate value of ‘weeds’ to pollinators and biodiversity. J. Appl. Ecol. 2022, 59, 1209–1218.
[CrossRef]

14. Giurfa, M.; Eichmann, B.; Menzel, R. Symmetry perception in an insect. Nature 1996, 382, 458–461. [CrossRef]

https://www.mdpi.com/1999-4893/16/2/112
https://www.mdpi.com/1999-4893/16/2/112
http://doi.org/10.1111/j.1600-0706.2010.18644.x
http://doi.org/10.1038/hdy.1984.40
http://doi.org/10.1038/hdy.1990.18
http://doi.org/10.3732/ajb.0800087
http://www.ncbi.nlm.nih.gov/pubmed/21632427
http://doi.org/10.1007/s00359-017-1175-7
http://doi.org/10.1242/bio.20146445
http://www.ncbi.nlm.nih.gov/pubmed/24585774
http://doi.org/10.1177/1938965511410310
http://doi.org/10.1890/03-8024
http://doi.org/10.1080/13594866109441703
http://doi.org/10.1016/j.agee.2015.08.007
http://doi.org/10.1111/1365-2664.14132
http://doi.org/10.1038/382458a0


Insects 2023, 14, 130 7 of 7

15. Møller, A.P.; Sorci, G. Insect preference for symmetrical artificial flowers. Oecologia 1998, 114, 37–42. [CrossRef]
16. Orbán, L.L.; Chartier, S. Unsupervised neural network quantifies the cost of visual information processing. PLoS ONE 2015, 10,

e0132218. [CrossRef]
17. R-Project. R: A Language and Environment for Statistical Computing; R Foundation: Vienna, Austria, 2019; Available online:

http://www.r-project.org/ (accessed on 21 January 2022).
18. Zeileis, A.; Cribari-Neto, F.; Gruen, B.; Kosmidis, I.; Simas, A.B.; Rocha, A.V.; Zeileis, M.A. Package ‘Betareg’. Available online:

https://cran.r-project.org/web/packages/betareg/index.html (accessed on 25 January 2018).
19. Wickham, H. ggplot2: Elegant Graphics for Data Analysis; Springer: London, UK, 2016.
20. Dafni, A.; Lehrer, M.; Kevan, P.G. Spatial flower parameters and insect spatial vision. Biol. Rev. 1997, 72, 239–282. [CrossRef]
21. Primack, R.B.; Hall, P. Costs of reproduction in the pink lady’s slipper orchid: A four-year experimental study. Am. Nat. 1990, 136,

638–656. [CrossRef]
22. Sih, A.; Baltus, M.S. Patch size, pollinator behavior, and pollinator limitation in catnip. Ecology 1987, 68, 1679–1690. [CrossRef]
23. Grindeland, J.M.; Sletvold, N.; Ims, R.A. Effects of floral display size and plant density on pollinator visitation rate in a natural

population of Digitalis purpurea. Funct. Ecol. 2005, 19, 383–390. [CrossRef]
24. Watt, W.B.; Hoch, P.C.; Mills, S.G. Nectar resource use by Colias butterflies. Oecologia 1974, 14, 353–374. [CrossRef]
25. Martin, N.H. Flower size preferences of the honeybee (Apis mellifera) foraging on Mimulus guttatus (Scrophulariaceae). Evol.

Ecol. Res. 2004, 6, 777–782.
26. Lunau, K. Innate flower recognition in bumblebees (Bombus terrestris, B. lucorum; Apidae): Optical signals from stamens as

landing reaction releasers. Ethology 1991, 88, 203–214. [CrossRef]
27. Spaethe, J.; Tautz, J.; Chittka, L. Visual constraints in foraging bumblebees: Flower size and color affect search time and flight

behavior. Proc. Natl. Acad. Sci. USA 2001, 98, 3898–3903. [CrossRef]
28. Dyer, A.G.; Spaethe, J.; Prack, S. Comparative psychophysics of bumblebee and honeybee colour discrimination and object

detection. J. Comp. Physiol. A 2008, 194, 617–627. [CrossRef]
29. Lack, A.J. Competition for pollinators in the ecology of Centaurea scabiosa L. and Centaurea nigra L. III. Insect visits and the

number of successful pollinations. New Phytol. 1982, 91, 321–339. [CrossRef]
30. Andersson, S. Floral display and pollination success in Senecio jacobaea (Asteraceae): Interactive effects of head and corymb size.

Am. J. Bot. 1996, 83, 71–75. [CrossRef]
31. Olsen, K.M. Pollination effectiveness and pollinator importance in a population of Heterotheca subaxillaris (Asteraceae). Oecologia

1996, 109, 114–121. [CrossRef]
32. Nielsen, L.R.; Philipp, M.; Siegismund, H.R. Selective advantage of ray florets in Scalesia affinis and S. pedunculata (Asteraceae),

two endemic species from the Galápagos. Evol. Ecol. 2002, 16, 39–153. [CrossRef]
33. Goulson, D.; Cruise, J.L.; Sparrow, K.R.; Harris, A.J.; Park, K.J.; Tinsley, M.C.; Gilburn, A.S. Choosing rewarding flowers;

perceptual limitations and innate preferences influence decision making in bumblebees and honeybees. Behav. Ecol. Sociobiol.
2007, 61, 1523–1529. [CrossRef]

34. Blarer, A.; Keasar, T.; Shmida, A. Possible mechanisms for the formation of flower size preferences by foraging bumblebees.
Ethology 2002, 108, 341–351. [CrossRef]

35. Grüter, C.; Moore, H.; Firmin, N.; Helanterä, H.; Ratnieks, F.L.W. Flower constancy in honey bee workers (Apis mellifera) depends
on ecologically realistic rewards. J. Exp. Biol. 2011, 214, 1397–1402. [CrossRef] [PubMed]

36. Balfour, N.J.; Gandy, S.; Ratnieks, F.L. Exploitative competition alters bee foraging and flower choice. Behav. Ecol. Sociobiol. 2015,
69, 1731–1738. [CrossRef]

37. Wasserthal, L.T. The pollinators of the Malagasy star orchids Angraecum sesquipedale, A. sororium and A. compactum and the
evolution of extremely long spurs by pollinator shift. Bot. Acta 1997, 110, 343–359. [CrossRef]

38. Martínez-Harms, J.; Hadar, R.; Márquez, N.; Menzel, R.; Shmida, A.; Stavenga, D.G.; Vorobyev, M. Enhanced UV-reflection
facilitated a shift in the pollination system of the red poppy, Papaver rhoeas (Papaveraceae). Plants 2020, 9, 927. [CrossRef]
[PubMed]

39. Weiss, M.R. Floral color change: A widespread functional convergence. Am. J. Bot. 1995, 82, 167–185. [CrossRef]

Disclaimer/Publisher’s Note: The statements, opinions and data contained in all publications are solely those of the individual
author(s) and contributor(s) and not of MDPI and/or the editor(s). MDPI and/or the editor(s) disclaim responsibility for any injury to
people or property resulting from any ideas, methods, instructions or products referred to in the content.

http://doi.org/10.1007/s004420050417
http://doi.org/10.1371/journal.pone.0132218
http://www.r-project.org/
https://cran.r-project.org/web/packages/betareg/index.html
http://doi.org/10.1017/S0006323196005002
http://doi.org/10.1086/285120
http://doi.org/10.2307/1939860
http://doi.org/10.1111/j.1365-2435.2005.00988.x
http://doi.org/10.1007/BF00384578
http://doi.org/10.1111/j.1439-0310.1991.tb00275.x
http://doi.org/10.1073/pnas.071053098
http://doi.org/10.1007/s00359-008-0335-1
http://doi.org/10.1111/j.1469-8137.1982.tb03316.x
http://doi.org/10.1002/j.1537-2197.1996.tb13876.x
http://doi.org/10.1007/PL00008811
http://doi.org/10.1023/A:1016301027929
http://doi.org/10.1007/s00265-007-0384-4
http://doi.org/10.1046/j.1439-0310.2002.00778.x
http://doi.org/10.1242/jeb.050583
http://www.ncbi.nlm.nih.gov/pubmed/21430217
http://doi.org/10.1007/s00265-015-1985-y
http://doi.org/10.1111/j.1438-8677.1997.tb00650.x
http://doi.org/10.3390/plants9080927
http://www.ncbi.nlm.nih.gov/pubmed/32708009
http://doi.org/10.1002/j.1537-2197.1995.tb11486.x

	Introduction 
	Methods 
	Experimental Setup 
	Inflorescence Measurements 
	Experienced Flower-Visitors 
	Naïve Flower-Visitors 
	Statistical Analysis 

	Results 
	Inflorescence Measurements 
	Experienced Visitors 
	Naïve Visitors 

	Discussion 
	References

