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ABSTRACT

To ease nutritional stress on managed as well as native bee populations in agricultural
habitats, agro-environmental protection schemes aim to provide alternative nutritional
resources for bee populations during times of need. However, such efforts have so far
focused on quantity (supply of flowering plants) and timing (flower-scarce periods)
while ignoring the quality of the two main bee relevant flower-derived resources (pollen
and nectar). As a first step to address this issue we have compiled one geographically
explicit dataset focusing on pollen crude protein concentration, one measurement
traditionally associated with pollen quality for bees. We attempt to provide a robust
baseline for protein levels bees can collect in- (crop and weed species) and off-field (wild
plants) in agricultural habitats around the globe. Using this dataset we identify crops
which provide sub-optimal pollen resources in terms of crude protein concentration
for bees and suggest potential plant genera that could serve as alternative resources for
protein. This information could be used by scientists, regulators, bee keepers, NGOs and
farmers to compare the pollen quality currently offered in alternative foraging habitats
and identify opportunities to improve them. In the long run, we hope that additional
markers of pollen quality will be added to the database in order to get a more complete
picture of flower resources offered to bees and foster a data-informed discussion about
pollinator conservation in modern agricultural landscapes.

Subjects Agricultural Science, Ecology, Plant Science
Keywords Pollen, Crude protein, Quality

INTRODUCTION

The green agricultural revolution during the mid-20th century drastically increased
productivity in agriculture and changed land use on a global scale (Evenson ¢ Gollin, 2003).
The combination of high-yield crop varieties, chemical fertilizer, plant protection products
and intensified mechanization have amplified crop biomass production, which in turn
has enabled the support of an ever-growing human population (Evenson ¢ Gollin, 2003;
Pingali, 2012). At the same time, the associated reduction in plant diversity in intensified
agricultural habitats (e.g., large scale mass flowering crop-cultures) has been suggested to
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adversely affect pollinator populations which provide essential ecosystem services (Goulson
et al., 2015; Potts et al., 2010; Roulston & Goodell, 2011). In particular, bees (Hymenoptera:
Apoidea), a diverse group of primarily phytophagous insects present in most major habitats
around the globe (Michener, 2000; Weislo ¢ Cane, 1996), have recently come into focus
because they provide a large share of pollination services in agricultural habitats and
some populations are apparently in decline (Goulson et al., 2015). Bees rely solely on plant
derived resources (pollen and nectar) to satisfy their nutritional needs (Brodschneider ¢
Crailsheim, 2010; Michener, 2000; Roulston ¢ Goodell, 2011), which can be problematic in
agricultural landscapes because bee species foraging outside the restricted flowering period
of pure culture dominated agricultural settings might be deprived of adequate alternative
food sources. This phenomenon has been termed nutritional mismatch and has been
suggested as one potential direct driver for the apparent decline in some bee populations
(Vaudo et al., 2015).

In order to ease nutritional stress on bee populations in modern agricultural settings the
establishment of alternative foraging habitats has been incentivized via agro-environmental
management schemes in the EU and elsewhere (Goulson et al., 2015; Lye et al., 2009; Phillips
& Lowe, 2005; Potts et al., 2015; Vaughan ¢ Skinner, 2008). Such schemes seek to provide
bees with flower resources outside the mass flowering periods of commercial crops in
additional supplement to potential alternative resources (e.g., flowering plants in the field
margins), but have traditionally focused solely on providing plants to attract and sustain
social bees, particularly bumblebees (Vaudo et al., 2015; Wood, Holland ¢ Goulson, 2017).
Only recently has the important role of solitary bees in this context been recognized
(Scheper et al., 2015). However, in all cases increasing the quantity of flowering plants and
the lengthening timing of flowering alone is likely insufficient to maintain healthy bee
populations. The quality of floral resources (including sugar concentration in nectar and
protein content of pollen) and its natural variability also plays a major role in bee health
with direct consequences, at least for the fitness of social bees (Brodschneider ¢ Crailsheim,
2010; Di Pasquale et al., 2013; Roulston, Cane & Buchmann, 2000; Tasei ¢ Aupinel, 2008;
Vaudo et al., 2016; Vaudo et al., 2015). Such qualitative aspects of bee nutrition should be
taken into consideration to develop a complementary and nutritionally optimized resource
base for bee populations in agricultural landscapes (Vaudo et al., 2015).

To facilitate the integration of flower resource quality in pollinator management
schemes we compiled a geographically explicit data base of pollen quality (measured as
crude protein content) offered by bee-visited flowers in an agricultural setting. Given
that pollen is the main protein source for bees’ offspring, crude protein concentration in
pollen is directly linked to the amount of protein bees can extract from their habitat and
has traditionally served as a proxy for pollen quality (Roulston, Cane ¢ Buchmann, 2000,
Roulston & Goodell, 20115 Vaudo et al., 2015). However, most of the evidence supporting
the importance of crude protein concentration for the fitness of bees (Brodschneider
& Crailsheim, 2010) and their ability to adjust their individual (Ruedenauer, Spaethe &
Leonhardt, 2015; Ruedenauer et al., 2018) or collective response according to their protein
requirements (Fewell ¢» Bertram, 1999; Pernal ¢ Currie, 2001) stems from social bees. In the
case of solitary bees the picture is less clear (Eckhardt et al., 2014; Haider, Dorn ¢ Miiller,
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20135 Nicholls & Hempel de Ibarra, 2017; Vanderplanck et al., 2014), but in many cases
solitary bees will also likely benefit from increased protein availability. Only in recent years
additional factors, such as amino acid composition, lipids and potentially secondary plant
metabolites, have emerged as variables potentially shaping pollen quality and consequently
foraging decisions for bees in particular for solitary ones (Cook et al., 2003; Nicholls &
Hempel de Ibarra, 2017; Palmer-Young et al., 2019; Sedivy, Miiller & Dorn, 2011; Vaudo et
al., 2016). In contrast to the extensive literature on pollen crude protein content (Roulston,
Cane & Buchmann, 2000), data on these emerging quality factors are still scarce and often
ambiguous and were consequently not included in this first analysis. However, it would
be a logical and important next step to merge these data with information on secondary
quality characteristics and bee ecology to utilize their full potential.

To give an overview of the collected data and potential applications we used the
generated database to compare the crude protein concentration of pollen resources bees
can encounter in agricultural landscapes in- (crop and weeds) and off-field (wild plants)
around the globe. In a second step we identified crops, which provide bees with low,
likely sub-optimal pollen and protein and suggest plants which could serve as high-quality
alternative protein sources during times of need.

MATERIALS AND METHODS

Data collection and categorization

Data were collected, categorized and analyzed with minor modifications as previously
described (Pamminger et al., 2018). Specifically, in 2018 we searched the literature for
records on pollen quality in bee-visited flowers using ISI Web of Knowledge and Google
Scholar. We used the search terms: flower AND pollen AND protein, adding either
pollinator or bee as an additional term. Using these results, we identified relevant
publications by reading the title and abstract. Based on this refined literature list we
extended our search to the literature cited within these publications. In addition, we
extended our data gathering efforts to the French and German literature to provide a more
complete picture and make this information accessible to the English-speaking scientific
community.

Plant selection

Following (Pamminger et al., 2018) plant species were categorized as bee-visited if either
bee visitation or pollination was directly observed or the flowers were explicitly classified
as “melittophile” based on their floral characteristics by the study authors. In addition,
we used information from the literature, the USDA pollinator manual (Fowler, Rotheray &
Goulson, 2016; McGregor, 1976) and the expertise of BASF plant experts for cross-validation
of the derived classifications.

Geographic localization

Following (Pamminger et al., 2018) we chose to map the plant distribution on a continental
scale because this information was available for the majority of plant species included in
the data set. We decided to choose the Panama Canal as separation line between North and
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South America, the Urals and the Black Sea to separate Europe from Asia and the Suez Canal
to separate Asia and Africa. Using the Encyclopedia of Life (http://eol.org/) as the main
source for plant distribution we recorded the presence and absence of collection records
of each plant species on the five continents. This very broad geographical classification is
intended as a first attempt to make this information geographically explicit and should
serve as a starting point to add more detailed information on the local geographic (e.g.,
national or region) or habitat characteristics in the future. Such information will be vital to
make more precise predictions about temporal quality dynamics in agricultural landscapes
around the globe.

Categorization of crop weed and wild plants

Following (Pamminger et al., 2018) the selected plants were categorized as crop species

if they were listed as “cultivated crops” in governmental databases (e.g., USDA: https:
//plants.usda.gov and European commission plant variety catalogue: https://ec.europa.eu,
McGregor, 1976), the open primary literature or were known as such to our BASF crop
experts. All remaining plants without such records were categorized as non-cultivated. In a
second step these non-cultivated plants were categorized either as a weed species, if they were
listed in one of the following agricultural or governmental weed data resource (USA Noxious
weed database, https://plants.usda.gov; Australia weeds, http://www.environment.gov.au;
or industry compendium; Bayer, 1992), or as wild plants if no such record was found. This
separation was chosen as wild plants which are able to invade managed fields will likely
(1) possess different traits (e.g., physiology, resistance traits etc.) and (2) will experience
improved habitat quality (e.g., nutrients and water). Both factors will likely influence
resource quality and thus merit a separate category. Once a plant was categorized (crop,
weed or wild) it was categorized as such in all regions where it was present. For genus level
analysis, we kept the overall classification, but in cases were genera contained a mix of crop
and wild species we refer to them as “crop containing genera”.

Pollen quality

We used crude protein content in pollen (dry mass) as proxy for pollen quality. Direct
measurements of total nitrogen (N) content were also included and the corresponding
crude protein content was calculated using a conversion factor of 6.25 (Roulston, Cane
¢ Buchmann, 2000). This simple quality characteristic was chosen because it is the most
frequently reported quantitative measurement of pollen quality in the literature and is
directly linked to social bee fitness (Brodschneider ¢ Crailsheim, 20105 Hass et al., 2019;
Vaudo et al., 2015). Additionally, it is likely that some solitary bees will also benefit
from increased protein supply. In addition to protein content, other quality criteria
(e.g., amino acid composition, lipid content and micronutrient composition) are also
important markers for resource quality (Vaudo et al., 2015). In the future, such additional
quality markers would make a valuable addition to the database to get a more complete
understanding of pollen quality. Whenever available, we report multiple measurements
for individual plant species since resource quality is likely influenced by local conditions
and these data can give important insights into the within-species variability of the trait in
question.
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Analysis

Pollen quality and its variability in bee visited plants

In the first part of the analysis we focused on the broad picture of pollen quality and its
associated variation within a given plant community (crop, weeds and wild) on all relevant
continents around the globe. As habitat (e.g., resource availability) will likely influence
pollen quality we considered multiple measurements of the same species in different
habitats as independent (i.e., used as the basis for the recorded sampling size). This
approach was chosen as the aim for this paper was to present the overall natural observed
variation and broad patterns in pollen crude protein around the globe. In case this data
would be used to identify potential drivers for the observed variation a phylogenetically
controlled approach would be called for.

Pollen quality offered by plant genera

In a first step we compared the quality of crop genera in terms of pollen quality using all
genera for which we had more than three observations. In a second step we compared
these results to the quality patterns when using plant species (wild and weed) or variety
(crop) mean as basis in order to investigate the potential influence of overrepresented plant
species on the broad patterns. We categorized pollen as either crude protein content as either
sufficient (above 20% crude protein content) or low quality (below 20% crude protein
content), consistent with the traditional labeling of some plant species (e.g., Sunflower
(Helianthus annuus L.) and Maize (Zea mays L.)) as providing low quality pollen for social
bees (Day et al., 1990; Maurizio & Grafl, 1980; Nicolson & Human, 2013; Pernal & Currie,
20005 Tasei & Aupinel, 2008). This classification is not intended as a clear-cut criterion, but
rather as a means to identify crop genera where nutritional intervention might provide the
strongest benefit.

Statistics

Both statistical analysis and figure generations were done in R v. 3.3.3. In order to describe
the broad geographic and phylogenetic patterns of protein concentration in pollen, we
used summary statistics. We report sampling size (number of measurements reported in
the literature), mean, median and 10th and 25th percentile for the geographic patterns and
a graphical analysis of the of both the geographic and genus level measurements.

RESULTS

In total, we found 316 measurements of percent crude protein content, of which 302
could be unambiguously attributed to one plant category (see materials and methods)
and used for analysis. Protein concentrations ranged from 10-61%, with the majority
of these measurements from wild flowers (N = 127, crop N = 94, weed N =81). In
general, the data are evenly spread across regions and plant categories (Table 1), except
only limited data were available for wild plants in Africa (N = 14). Overall, we find small
differences in the median protein levels between communities with crops having slightly
lower concentrations (mediancop = 25.2%) than wild species (medianyiq = 28.5% see
Fig. 1). When looking at the regional scale we find this variation reflected in the New
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Table 1 Summary statistic of the crude protein concentration [%] in pollen of crop, weed and wild
plant communities across the globe.

Region Community N Median  Mean 10th Percentile ~ 25th Percentile
Global ALL 302 26.7 29.1 16.3 21.8
Crop 94 25.2 26.6 16 21.6
Weed 81 27.1 29.3 16.2 21
wild 127 28.5 31.6 18.5 23.7
Europe ALL 178 25.3 27 15.8 19.7
Crop 82 25.1 25.8 15.7 21.6
Weed 59 24.4 26.9 16.2 20
wild 37 28.2 31.5 18.1 219
North America ALL 220 28.5 31.1 16.6 22.9
Crop 83 25.6 26.9 15.7 21.7
Weed 67 28.2 30.6 16.6 21.8
wild 70 38.3 36.4 21.8 28
South America ALL 153 27.1 29.6 16.2 21.9
Crop 75 25.6 26.7 15.6 21.7
Weed 49 24.9 28.8 16.2 19.2
wild 29 40.4 38.5 26.6 28.6
Africa ALL 130 25.8 27.2 15.7 19.2
Crop 66 25.1 26.1 15.3 19.9
Weed 50 25.8 28.2 16.2 19.2
Wwild 14 28.1 28.5 16.2 20
Asia ALL 150 25.8 27.4 15.9 20.1
Crop 76 25.2 25.9 15.7 21.2
Weed 48 24.7 27.5 16.2 19
Wwild 26 28.2 31.2 18.5 23.8
Australia ALL 200 24.9 26.4 16.2 21.1
Crop 76 24.6 25.8 15.7 21
Weed 57 23.9 26.6 16.1 18.3
Wwild 67 25.2 27 18.8 22.8

World communities (North America and South America see Fig. 1). In all other regions
such variation seems less pronounced or absent. When looking at genus level differences
based on all observations we find pronounced variation between genera (Fig. 2), with two
genera providing particularly high-quality pollen (Solanum and Senna) and two genera
representing globally important crops (Zea and Helianthus) offering pollen with low protein
content (Fig. 2). When comparing these results with the pattern based on species/variety
means we find only minor deviations between the two analysis and no change in the overall
genus level patterns (Table S1).

DISCUSSION

Overall crude pollen protein content in bee-visited plants is around 26% with similar
values for all categories (Fig. 1, Table 1). The only apparent deviation from these values
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Figure 1 Pollen Quality of bee visted flowers in plant communities around the globe. Summarizes the
total crude protein concentration in percent in agricultural landscapes on a continental as well as global
basis. We present data for Africa, Asia, Australia, Europe, North America, South America and Global for

crop (blue), weed (white) and wild plant (red) communities. Sampling size (N) refers to total measure-

ments of protein concentrations recorded in the literature for a given category.
Full-size Gal DOI: 10.7717/peerj.7394/fig-1

appear in the wild plant communities of the New World (median North America = 38.3%
and median South America = 40.4%), while plant communities in the other regions have
comparable pollen protein concentrations (Fig. 1, Table 1). We found that only six genera
offer pollen with low protein concentration (crude protein < 20%), including two main

crop species: sunflowers (Helianthus: median around 15%) and maize (Zea: median around

16%). Most other plant genera offer pollen of comparable protein concentration (Fig. 2).

Interestingly, protein content in wild plants of the new world appear somewhat elevated
while crop and weed species exhibit similar protein levels worldwide. In the latter case this
is expected as these plant communities are more homogenous in all regions as a result of

their intended (crop) or involuntary introduction (weeds) around the globe. In contrast,
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Figure 2 Pollen quality of bee visited plant genera in agricultural landscapes. Shows the distribution of
crude protein concentration in percent among all genera for which more than three measurements were
available. Genera below the red line offer pollen of low protein concentration. Sampling size (N) refers to
total measurements of protein concentrations recorded in the literature for a given genus (see Table S1 for
the number of species and varieties per genus).

Full-size & DOL: 10.7717/peerj.7394/fig-2

most wild plants in this study are geographically restricted (non-global distribution),
suggesting that this potential pattern could be caused by differences in the community
composition between regions. However, caution needs to be taken as this pattern could
also be the result of incomplete sampling (e.g., in Africa) or could represent sampling bias
because the results are based on peer-reviewed publications and could simply reflect the
focus of the study authors.

Two genera (Solanum and Senna) were identified with higher pollen protein
concentration than the majority of plant genera visited by bees (Fig. 2). Interestingly both
genera possess poricidal anthers, which naturally restrict pollen access by non-specialized
pollinators and potential pollen robbers (De Luca ¢ Vallejo-Marin, 2013). The resulting
reduced risk of pollen loss might have contributed to the evolution of increased pollen
quality. Most genera have similar pollen protein concentrations, which are at a level likely
suitable to support bee populations (Day et al., 1990; Di Pasquale et al., 2013; Roulston,
Cane & Buchmann, 2000; Tasei & Aupinel, 2008; Weislo & Cane, 1996). In addition, our
findings support the conclusion that maize and sunflower have low pollen quality in
terms of protein content (Hass et al., 2019; Maurizio & Grafl, 1980). While sunflower can
offer high quality nectar as an alternative reward (Maurizio ¢ Grafl, 1980; Tepedino ¢
Parker, 1982) to attract bees, maize is primarily wind pollinated and does not offer nectar
rewards. Therefore, sunflower, and in particular maize, is considered less attractive for
bees and are likely only occasionally visited in the absence of alternative pollen sources
(McGregor, 1976). These results suggest that it might be of particular interest to supply
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bees in sunflower- and maize-dominant agricultural landscapes with high quality pollen
species, adjusted for the season and region (Hass et al., 2019).

Given that pollen is the primary protein source for the majority of bees it is important
to ensure adequate protein supply when planning alternative foraging areas (Vaudo et
al., 2015). While it is clear that increased protein supply can be beneficial to developing
larvae and insufficient protein supply can result in larval malnutrition with clear adverse
effects (Brodschneider & Crailsheim, 2010; Di Pasquale et al., 2013; Hass et al., 2019; Tasei
& Aupinel, 2008), there is only limited support for a simple relationship between crude
protein concentration and bee fitness (Babendreier et al., 2004; Brodschneider ¢ Crailsheim,
20105 Di Pasquale et al., 2013; Tasei ¢ Aupinel, 2008). 1t is likely that in addition to protein
content, other quality markers such as lipid content, amino acid composition and secondary
plant metabolites might play an important role in determining pollen quality for bees (Day
et al., 1990; Hass et al., 2019; Maurizio ¢ Grafl, 1980; Nicholls & Hempel de Ibarra, 2017;
Nicolson & Human, 2013; Pernal ¢ Currie, 2000; Ruedenauer et al., 2018; Tasei & Aupinel,
2008). In contrast to nectar quality (sugar concentration), there is only some evidence
that bees can reliably separate high from low quality pollen and adjust their collecting
behavior according to their needs (Nicholls ¢ Hempel de Ibarra, 2017). However, recent
work suggest that bumblebees are able to do this impressive feat on an individual level
(Ruedenauer, Spaethe & Leonhardt, 2015) and that honeybees can on a collective level
(likely using feedback from their larvae; Pernal ¢ Currie, 2001; Ruedenauer et al., 2018) if
quality differences are sufficiently large. These promising findings suggest that by adding
selected high quality pollen resources to agricultural landscapes social bees would likely
benefit directly, while at least some solitary bees will likely be able to utilize such additional
resources (Hass et al., 2019; Scheper et al., 2015).

CONCLUSIONS

This paper is a first step to collect the available data on pollen quality, in terms of protein
content, offered to bee visited flowers in agricultural habitats and make them easily
accessible in an electronic format. In the future this dataset could be combined with
more detailed information on both pollen quality (e g. lipids, amino acid composition
and secondary plant metabolites) as well as plant traits (e.g., flowering period and local
geographic distribution), which could enable improved bee management practices and
potentially more realistic landscape level modelling approaches to facilitate bee conservation
in modern agricultural habitats.

ACKNOWLEDGEMENTS

We like to thank Dr. Adric Olson for his critical reading of an earlier draft of the manuscript.

Pamminger et al. (2019), PeerJ, DOI 10.7717/peerj.7394 9/13


https://peerj.com
http://dx.doi.org/10.7717/peerj.7394

Peer

ADDITIONAL INFORMATION AND DECLARATIONS

Funding

The publication cost were covered by ECPA - the European Crop Protection Association.
The funders had no role in study design, data collection and analysis, decision to publish,
or preparation of the manuscript.

Grant Disclosures
The following grant information was disclosed by the authors:
ECPA - the European Crop Protection Association.

Competing Interests
All authors are employed by BASF (an agricultural solution provider).

Author Contributions

e Tobias Pamminger conceived and designed the experiments, performed the experiments,
analyzed the data, contributed reagents/materials/analysis tools, prepared figures and/or
tables, authored or reviewed drafts of the paper, approved the final draft.

e Roland Becker contributed reagents/materials/analysis tools, authored or reviewed drafts
of the paper, approved the final draft, contributed ideas, interpreted data.

e Sophie Himmelreich, Christof W. Schneider and Matthias Bergtold authored or reviewed
drafts of the paper, approved the final draft, contributed ideas, interpreted data.

Data Availability

The following information was supplied regarding data availability: Pamminger,
Tobias (2019): 2018_bee_protein_concentration_Peer]_RI. figshare. Dataset. https:
//doi.org/10.6084/m9.figshare.8174627.v1.

Supplemental Information

Supplemental information for this article can be found online at http://dx.doi.org/10.7717/
peerj.7394#supplemental-information.

REFERENCES

Babendreier D, Kalberer N, Romeis J, Fluri P, Bigler F. 2004. Pollen consumption
in honey bee larvae: a step forward in the risk assessment of transgenic plants.
Apidologie 35(3):293-300 DOI 10.1051/apido:2004016.

Bayer A. 1992. Important crops of the world and their weeds. Scientific and common names,
synonyms, and WSSA/WSS] approved computer codes. Leverkusen: Business Group
Crop Protection, Bayer AG.

Brodschneider R, Crailsheim K. 2010. Nutrition and health in honey bees. Apidologie
41(3):278-294 DOI 10.1051/apido/2010012.

Cook SM, Awmack CS, Murray DA, Williams IH. 2003. Are honey bees’ foraging
preferences affected by pollen amino acid composition? Ecological Entomology
28(5):622-627 DOI 10.1046/j.1365-2311.2003.00548 x.

Pamminger et al. (2019), PeerJ, DOI 10.7717/peer|.7394 10/13


https://peerj.com
https://doi.org/10.6084/m9.figshare.8174627.v1
https://doi.org/10.6084/m9.figshare.8174627.v1
http://dx.doi.org/10.7717/peerj.7394#supplemental-information
http://dx.doi.org/10.7717/peerj.7394#supplemental-information
http://dx.doi.org/10.1051/apido:2004016
http://dx.doi.org/10.1051/apido/2010012
http://dx.doi.org/10.1046/j.1365-2311.2003.00548.x
http://dx.doi.org/10.7717/peerj.7394

Peer

Day S, Beyer R, Mercer A, Ogden S. 1990. The nutrient composition of honeybee-
collected pollen in Otago, New Zealand. Journal of Apicultural Research 29(3):138—146
DOI 10.1080/00218839.1990.11101210.

De Luca PA, Vallejo-Marin M. 2013. What’s the ‘buzz’about? The ecology and evolution-
ary significance of buzz-pollination. Current Opinion in Plant Biology 16(4):429-435
DOI 10.1016/.pbi.2013.05.002.

Di Pasquale G, Salignon M, Le Conte Y, Belzunces LP, Decourtye A, Kretzschmar
A, Suchail S, Brunet JL, Alaux C. 2013. Influence of pollen nutrition on honey
bee health: do pollen quality and diversity matter? PLOS ONE 8(8):¢72016
DOI 10.1371/journal.pone.0072016.

Eckhardt M, Haider M, Dorn S, Miiller A. 2014. Pollen mixing in pollen generalist
solitary bees: a possible strategy to complement or mitigate unfavourable pollen
properties? Journal of Animal Ecology 83(3):588-597 DOI 10.1111/1365-2656.12168.

Evenson RE, Gollin D. 2003. Assessing the impact of the Green Revolution, 1960 to 2000.
Science 300(5620):758—762 DOI 10.1126/science.1078710.

Fewell JH, Bertram SM. 1999. Division of labor in a dynamic environment: response
by honeybees (Apis mellifera) to graded changes in colony pollen stores. Behavioral
Ecology and Sociobiology 46(3):171-179 DOI 10.1007/s002650050607.

Fowler RE, Rotheray EL, Goulson D. 2016. Floral abundance and resource quality
influence pollinator choice. Insect Conservation and Diversity 9(6):481-494
DOI10.1111/icad.12197.

Goulson D, Nicholls E, Botias C, Rotheray EL. 2015. Bee declines driven by combined
stress from parasites, pesticides, and lack of flowers. Science 347(6229):1255957
DOI 10.1126/science.1255957.

Haider M, Dorn S, Miiller A. 2013. Intra-and interpopulational variation in the ability
of a solitary bee species to develop on non-host pollen: implications for host range
expansion. Functional Ecology 27(1):255-263 DOI 10.1111/1365-2435.12021.

Hass AL, Brachmann L, Batary P, Clough Y, Behling H, Tscharntke T. 2019. Maize-
dominated landscapes reduce bumblebee colony growth through pollen diversity
loss. Journal of Applied Ecology 56(2):294-304 DOI 10.1111/1365-2664.13296.

Lye G, Park K, Osborne J, Holland J, Goulson D. 2009. Assessing the value of Rural
Stewardship schemes for providing foraging resources and nesting habitat for bum-
blebee queens (Hymenoptera: Apidae). Biological Conservation 142(10):2023-2032
DOI 10.1016/j.biocon.2009.03.032.

Maurizio A, Grafl I. 1980. Das Trachtpflanzenbuch. Stuttgard: Franckh-Kosmos.

McGregor SE. 1976. Insect pollination of cultivated crop plants. Vol. 496. Washington:
Agricultural Research Service, US Department of Agriculture.

Michener CD. 2000. The bees of the world. Vol. 1. Baltimore: JHU press.

Nicholls E, Hempel de Ibarra N. 2017. Assessment of pollen rewards by foraging bees.
Functional Ecology 31(1):76-87 DOI 10.1111/1365-2435.12778.

Nicolson SW, Human H. 2013. Chemical composition of the ‘low quality’ pollen
of sunflower (Helianthus annuus, Asteraceae). Apidologie 44(2):144—152
DOI 10.1007/s13592-012-0166-5.

Pamminger et al. (2019), PeerJ, DOI 10.7717/peer|.7394 11/13


https://peerj.com
http://dx.doi.org/10.1080/00218839.1990.11101210
http://dx.doi.org/10.1016/j.pbi.2013.05.002
http://dx.doi.org/10.1371/journal.pone.0072016
http://dx.doi.org/10.1111/1365-2656.12168
http://dx.doi.org/10.1126/science.1078710
http://dx.doi.org/10.1007/s002650050607
http://dx.doi.org/10.1111/icad.12197
http://dx.doi.org/10.1126/science.1255957
http://dx.doi.org/10.1111/1365-2435.12021
http://dx.doi.org/10.1111/1365-2664.13296
http://dx.doi.org/10.1016/j.biocon.2009.03.032
http://dx.doi.org/10.1111/1365-2435.12778
http://dx.doi.org/10.1007/s13592-012-0166-5
http://dx.doi.org/10.7717/peerj.7394

Peer

Palmer-Young EC, Farrell IW, Adler LS, Milano NJ, Egan PA, Junker RR, Irwin RE,
Stevenson PC. 2019. Chemistry of floral rewards: intra-and interspecific variability
of nectar and pollen secondary metabolites across taxa. Ecological Monographs
89(1):e01335 DOI 10.1002/ecm.1335.

Pamminger T, Becker R, Himmelreich S, Schneider CW, Bergtold M. 2018. The nectar
report: quantitative review of nectar sugar concentrations offered by bee visited
flowers in agricultural and non-agricultural landscapes (2167-9843). Peer] 7:€6329
DOI10.7717/peer;j.6329.

Pernal SF, Currie RW. 2000. Pollen quality of fresh and 1-year-old single pollen
diets for worker honey bees (Apis mellifera L.). Apidologie 31(3):387—409
DOI 10.1051/apid0:2000130.

Pernal SF, Currie RW. 2001. The influence of pollen quality on foraging behavior in
honeybees (Apis mellifera L.). Behavioral Ecology and Sociobiology 51(1):53—68
DOI 10.1007/s002650100412.

Phillips A, Lowe KW. 2005. Prioritising integrated landscape change through rural
land stewardship for ecosystem services. Australasian Journal of Environmental
Management 12(supp 1):39-46 DOI 10.1080/14486563.2005.10648662.

Pingali PL. 2012. Green revolution: impacts, limits, and the path ahead. Proceedings of the
National Academy of Sciences of the United States of America 109(31):12302-12308
DOI10.1073/pnas.0912953109.

Potts S, Biesmeijer K, Bommarco R, Kleijn D, Scheper J. 2015. Status and trends of
European pollinators. Key findings of the STEP project. Sofia: Pensoft Publishers.

Potts SG, Biesmeijer JC, Kremen C, Neumann P, Schweiger O, Kunin WE. 2010.
Global pollinator declines: trends, impacts and drivers. Trends in ecology & evolution
25(6):345-353 DOI 10.1016/j.tree.2010.01.007.

Roulston T, Cane JH, Buchmann SL. 2000. What governs protein content of pollen: pol-
linator preferences, pollen—pistil interactions, or phylogeny? Ecological Monographs
70(4):617—643.

Roulston T, Goodell K. 2011. The role of resources and risks in regulating wild bee
populations. Annual review of Entomology 56:293—-312
DOI 10.1146/annurev-ento-120709-144802.

Ruedenauer FA, Spaethe J, Leonhardt SD. 2015. How to know which food is good for
you: bumblebees use taste to discriminate between different concentrations of food
differing in nutrient content. Journal of Experimental Biology 218(14):2233-2240
DOI 10.1242/jeb.118554.

Ruedenauer FA, Wéhrle C, Spaethe J, Leonhardt SD. 2018. Do honeybees (Apis
mellifera) differentiate between different pollen types? PLOS ONE 13(11):0205821
DOI 10.1371/journal.pone.0205821.

Scheper J, Bommarco R, Holzschuh A, Potts SG, Riedinger V, Roberts SP, Rundl6f
M, Smith HG, Steffan-Dewenter I, Wickens JB. 2015. Local and landscape-level
floral resources explain effects of wildflower strips on wild bees across four European
countries. Journal of Applied Ecology 52(5):1165-1175 DOI 10.1111/1365-2664.12479.

Pamminger et al. (2019), PeerJ, DOI 10.7717/peer|.7394 12/13


https://peerj.com
http://dx.doi.org/10.1002/ecm.1335
http://dx.doi.org/10.7717/peerj.6329
http://dx.doi.org/10.1051/apido:2000130
http://dx.doi.org/10.1007/s002650100412
http://dx.doi.org/10.1080/14486563.2005.10648662
http://dx.doi.org/10.1073/pnas.0912953109
http://dx.doi.org/10.1016/j.tree.2010.01.007
http://dx.doi.org/10.1146/annurev-ento-120709-144802
http://dx.doi.org/10.1242/jeb.118554
http://dx.doi.org/10.1371/journal.pone.0205821
http://dx.doi.org/10.1111/1365-2664.12479
http://dx.doi.org/10.7717/peerj.7394

Peer

Sedivy C, Miiller A, Dorn S. 2011. Closely related pollen generalist bees differ in their
ability to develop on the same pollen diet: evidence for physiological adaptations to
digest pollen. Functional Ecology 25(3):718-725
DOI'10.1111/j.1365-2435.2010.01828.x.

Tasei J-N, Aupinel P. 2008. Nutritive value of 15 single pollens and pollen mixes tested
on larvae produced by bumblebee workers (Bombus terrestris, Hymenoptera:
Apidae). Apidologie 39(4):397—-409 DOI 10.1051/apido:2008017.

Tepedino VJ, Parker FD. 1982. Interspecific differences in the relative importance of
pollen and nectar to bee species foraging on sunflowers. Environmental Entomology
11(1):246-250 DOI 10.1093/ee/11.1.246.

Vanderplanck M, Moerman R, Rasmont P, Lognay G, Wathelet B, Wattiez R, Michez
D. 2014. How does pollen chemistry impact development and feeding behaviour of
polylectic bees? PLOS ONE 9(1):e86209 DOI 10.1371/journal.pone.0086209.

Vaudo AD, Patch HM, Mortensen DA, Tooker JF, Grozinger CM. 2016. Macronutrient
ratios in pollen shape bumble bee (Bombus impatiens) foraging strategies and floral
preferences. Proceedings of the National Academy of Sciences of the United States of
America 113(28):E4035-E4042 DOT 10.1073/pnas.1606101113.

Vaudo AD, Tooker JF, Grozinger CM, Patch HM. 2015. Bee nutrition and floral
resource restoration. Current Opinion in Insect Science 10:133—141
DOI10.1016/j.c0is.2015.05.008.

Vaughan M, Skinner M. 2008. Using Farm Bill programs for pollinator conservation.
USDANRCS National Plant Data Center. Available at http:// www.xerces.org/ wp-
content/ uploads/ 2008/ 11/ using_farm_bill_programs_xerces_society.pdf .

Wcislo WT, Cane JH. 1996. Floral resource utilization by solitary bees (Hymenoptera:
Apoidea) and exploitation of their stored foods by natural enemies. Annual review of
Entomology 41(1):257-286 DOI 10.1146/annurev.en.41.010196.001353.

Wood TJ, Holland JM, Goulson D. 2017. Providing foraging resources for solitary
bees on farmland: current schemes for pollinators benefit a limited suite of species.
Journal of Applied Ecology 54(1):323-333 DOI 10.1111/1365-2664.12718.

Pamminger et al. (2019), PeerJ, DOI 10.7717/peerj.7394 13/13


https://peerj.com
http://dx.doi.org/10.1111/j.1365-2435.2010.01828.x
http://dx.doi.org/10.1051/apido:2008017
http://dx.doi.org/10.1093/ee/11.1.246
http://dx.doi.org/10.1371/journal.pone.0086209
http://dx.doi.org/10.1073/pnas.1606101113
http://dx.doi.org/10.1016/j.cois.2015.05.008
http://www.xerces.org/wp-content/uploads/2008/11/using_farm_bill_programs_xerces_society.pdf
http://www.xerces.org/wp-content/uploads/2008/11/using_farm_bill_programs_xerces_society.pdf
http://dx.doi.org/10.1146/annurev.en.41.010196.001353
http://dx.doi.org/10.1111/1365-2664.12718
http://dx.doi.org/10.7717/peerj.7394

