
Location and creation of nest sites for 
ground-nesting bees in apple orchards 
Article 

Published Version 

Creative Commons: Attribution 4.0 (CC-BY) 

Open Access 

Fountain, Michelle T. ORCID logoORCID: 
https://orcid.org/0000-0001-9570-290X, Tsiolis, Konstantinos, 
Silva, Celine X., Deakin, Greg ORCID logoORCID: 
https://orcid.org/0000-0002-7817-345X, Garratt, Michael P. D.,
O’Connor, Rory, Carvell, Claire, Pywell, Richard F., Edwards, 
Michael and Potts, Simon G. ORCID logoORCID: 
https://orcid.org/0000-0002-2045-980X (2023) Location and 
creation of nest sites for ground-nesting bees in apple 
orchards. Insects, 14 (6). 490. ISSN 2075-4450 doi: 
https://doi.org/10.3390/insects14060490 Available at 
https://centaur.reading.ac.uk/112059/ 

It is advisable to refer to the publisher’s version if you intend to cite from the 
work.  See Guidance on citing  .

To link to this article DOI: http://dx.doi.org/10.3390/insects14060490 

Publisher: MDPI 

All outputs in CentAUR are protected by Intellectual Property Rights law, 
including copyright law. Copyright and IPR is retained by the creators or other 
copyright holders. Terms and conditions for use of this material are defined in 
the End User Agreement  . 

http://centaur.reading.ac.uk/71187/10/CentAUR%20citing%20guide.pdf
http://centaur.reading.ac.uk/licence


www.reading.ac.uk/centaur   

CentAUR 

Central Archive at the University of Reading 
Reading’s research outputs online

http://www.reading.ac.uk/centaur


Citation: Fountain, M.T.; Tsiolis, K.;

Silva, C.X.; Deakin, G.; Garratt,

M.P.D.; O’Connor, R.; Carvell, C.;

Pywell, R.F.; Edwards, M.; Potts, S.G.

Location and Creation of Nest Sites

for Ground-Nesting Bees in Apple

Orchards. Insects 2023, 14, 490.

https://doi.org/10.3390/

insects14060490

Academic Editor: Alison Gray

Received: 29 March 2023

Revised: 2 May 2023

Accepted: 4 May 2023

Published: 24 May 2023

Copyright: © 2023 by the authors.

Licensee MDPI, Basel, Switzerland.

This article is an open access article

distributed under the terms and

conditions of the Creative Commons

Attribution (CC BY) license (https://

creativecommons.org/licenses/by/

4.0/).

insects

Article

Location and Creation of Nest Sites for Ground-Nesting Bees in
Apple Orchards
Michelle T. Fountain 1,* , Konstantinos Tsiolis 1,2, Celine X. Silva 1, Greg Deakin 1 , Michael P. D. Garratt 2,
Rory O’Connor 2, Claire Carvell 3, Richard F. Pywell 3, Michael Edwards 4 and Simon G. Potts 2

1 NIAB, New Road, East Malling, Kent ME19 6BJ, UK; k.tsiolis@pgr.reading.ac.uk (K.T.);
celina.silva@niab.com (C.X.S.); greg.deakin@niab.com (G.D.)

2 Centre for Agri-Environmental Research, School of Agriculture, Policy and Development, University of
Reading, Reading RG6 6EU, UK; m.p.garratt@reading.ac.uk (M.P.D.G.); rorysoc@gmail.com (R.O.);
s.g.potts@reading.ac.uk (S.G.P.)

3 UK Centre for Ecology & Hydrology, Benson Lane, Wallingford, Oxon OX10 8BB, UK; ccar@ceh.ac.uk (C.C.);
rfp@ceh.ac.uk (R.F.P.)

4 Lea Side, Carron Lane, Midhurst GU29 9LB, UK; ammophila@macace.net
* Correspondence: michelle.fountain@niab.com

Simple Summary: Wild, ground-nesting bees are important pollinators of apple. They generally do
not fly more than a couple of hundred meters from their nest, yet little is known of their preferred
nest locations in apple orchards. This project set out to identify where ground-nesting bees are found
in apple orchards, which species are present and what influences where they nest. Most of the bee
nests were found in the bare ground underneath the apple trees. This area is normally maintained
weed-free using a herbicide or mechanical weeding. In addition, fourteen species of ground-nesting
bee were identified in the orchards. Hence, maintaining areas of bare ground in apple orchards during
peak nesting times could improve nesting opportunities for ground-nesting bees and potentially
improve pollination.

Abstract: Wild ground-nesting bees are key pollinators of apple (Malus domestica). We explored,
(1) where they choose to nest, (2) what influences site selection and (3) species richness in orchards.
Twenty-three orchards were studied over three years; twelve were treated with additional herbicide
to increase bare ground with the remainder as untreated controls. Vegetation cover, soil type, soil
compaction, nest number and location, and species were recorded. Fourteen species of ground-nesting
solitary/eusocial bee were identified. Most nests were in areas free of vegetation and areas treated
with additional herbicide were utilised by ground nesting bees within three years of application.
Nests were also evenly distributed along the vegetation-free strips underneath the apple trees. This
area was an important ground-nesting bee habitat with mean numbers of nests at peak nest activity of
873 per ha (range 44–5705), and 1153 per ha (range 0–4082) in 2018 and 2019, respectively. Increasing
and maintaining areas of bare ground in apple orchards during peak nesting events could improve
nesting opportunities for some species of ground-nesting bee and, combined with flowers strips,
be part of a more sustainable pollinator management approach. The area under the tree row is an
important contributor to the ground-nesting bee habitat and should be kept bare during peak nesting.

Keywords: Andrena; blossom; Lasioglossum; Gala; habitat management; insect; pollinator

1. Introduction

Apple (Malus domestica) is a globally important fruit crop covering 5.5 M ha in 2020, a
three-fold increase since 1961 [1]. Production was valued at 47,323 USD/tonne (producer
price) in 2020 [1] with production in the UK being worth over GBP 150 M per annum on
~23 K ha of land area [2]. Most apple varieties are self-incompatible [3] and reliant upon
cross pollination for improved fruit quality and yield [4–6]. Insects are essential pollinators
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of apple, in the UK, contributing GBP 92.1 M per annum [7]. It was estimated for the
variety Gala, that there is potential for insect pollination services to improve UK output by
up to GBP 5.7 M per annum [5]. However, the dependence of yield and fruit quality on
pollinators varies between apple varieties [8].

Wild bees are major contributors to apple pollination [9], but insect guilds differ in
their contribution to this ecosystem service [10] and their economic value to UK apple
production, according to recent estimates for solitary bees (GBP 51.4 M), honeybees (GBP
21.4 M), bumblebees (GBP 18.6 M) and hoverflies (GBP 0.7 M) [7].

Although honeybees are often more abundant in apple orchards [10], ground-nesting
andrenid bees are important pollinators, being both abundant and effective at transferring
pollen between flowers [7,9]. In addition, larger andrenid species are thought to carry more
pollen on their bodies compared to honeybees [11]. Although pollen load is not always
a good predictor of pollen deposited on stigmas, pollination success is likely due to the
amount of stigmal contact the insect makes during a flower visit [12]. Ground-nesting bee
species that can be solitary or eusocial (e.g., some halictid species) are often found nesting
in bare soils with good sun exposure [13]. In addition, many ground-nesting bee species
need to nest near to a floral resource as the distance they can optimally forage is shorter
than that of honeybees and bumblebees and is size-dependent [14–16].

Apple production is often sub-optimal due to insufficient insect pollination [8], and
this might be corrected through orchard management practices such as the addition of
floral resources and nesting habitats [17,18]. A recent review by Antonine and Forrest [13]
highlighted the breadth of nesting habitat requirements among species, including soil
substrates and proximity to floral resources, but many ground-nesting bee species are un-
derstudied. Most species spend much of their lifecycle in immature stages below-ground,
only emerging for a short period (normally a few weeks) to mate, forage for pollen and nec-
tar to provision nest cells and ultimately lay eggs. The habitat preferences of some species
have been identified, but these are usually easily visible ground-nesting aggregations rather
than less visible species [19].

To maintain abundant populations of functionally important pollinators in agricul-
tural landscapes, provision of both nesting and floral resources is required. While the
establishment of additional floral resources in fruit systems has been relatively well-
studied [17,20–22], the extent to which orchards and associated habitats support ground-
nesting bees is not well known. To support the more sustainable production of apple crops
and reduce potential pollination deficits, we need to better understand and potentially
promote bees nesting in and around orchards.

The aims of our study were to (1) characterise where ground-nesting bees choose to
nest in apple orchards, (2) explore what influences their choice of nest site, (3) identify
which bee species are nesting in apple orchards, and (4) explore how we can improve
habitat management for ground-nesting bees over time.

2. Materials and Methods
2.1. Study Design

Twenty-three conventionally managed commercial apple (Malus domestica) orchards
(cv. Gala apple) in Kent, UK, were used for the study. In the original design, the orchards
were assigned to one of four treatments in 2016: (1) wildflower intervention, (2) nesting
intervention, (3) both wildflower and nesting intervention, and (4) an untreated control.
The untreated orchards received no specific pollinator management intervention [17,23].
There were six replicates of each treatment in the initial design except for treatment 1 where
one wildflower sowing failed to establish; this was not included in the study design here.
For this study, we divided the orchards into those that had received a nesting intervention
(treatments 2 and 3) and those that did not (treatments 1 and 4). Orchards were assigned
into six study blocks of four orchards grouped by spatial proximity, resulting in two
(pseudo)replicates of each treatment in each block. There were 12 orchards with a nesting
intervention and 11 orchards without (size range: 0.47 ha to 6.43 ha (mean = 2.05 ha)).
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All were managed by the growers using standard conventional management, and had a
minimum separation distance of 300 m between the edges of study plots within blocks
and at least 1 km of separation between blocks to prevent the interactions of bee nesting
between study plots [14,24].

During ground-nesting bee assessments, orchards were sampled together in their
study block, and the order of visits to each orchard within each study block was randomised
for each survey round. Two orchards used in 2017 (one control and one nesting intervention)
were unavailable in 2018 and were replaced by different orchards in the same block meeting
our study criteria.

2.2. Nesting Habitat Treatment

Within each orchard there was a study plot of 40 m × 50 m along one edge of the tree
rows, from which the assessments were conducted (Figure 1). The nesting intervention
treatment increased the availability of bare-ground nest sites for ground-nesting bees, by
extending the herbicide spray strip under the orchard tree rows beyond the row for the full
length of each treated orchard. Glyphosate (5l ha−1) was applied to the ground in spring
2017 beyond the last tree in the row, resulting in 2.2–3.3 m2 of additional bare ground per
tree row. Excess vegetation was removed from the nesting plots by raking the surface, so
that areas were 80% clear of vegetation from before apple blossom (April) to the middle of
the summer (July). The herbicide treatment was re-applied before blossom each year [23].
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Figure 1. Schematic of a single study plot (40 m across the rows and 50 m along the length of the
rows from the row edge) with 5 orchard habitat types assessed in the orchards: (1) under trees in the
herbicide strip, (2) vegetated alleyway, (3) existing herbicide area at the end of the tree row (every
other row), (4) extended or unextended area, and (5) vegetated headland. In control orchards, the
extended herbicide areas (shown in brown) were unextended and hence vegetated. Habitat types 1–5
were assessed in 2017 and 1–4 were assessed in 2018 and 2019.

2.3. Nest Density Assessments

Five orchard habitat types were surveyed: those (1) under trees in the herbicide strip,
(2) vegetated alleyways, (3) the existing herbicide area at the end of the tree row (every
other row), (4) the extended area (every other row), and (5) vegetated headlands (Figure 1).
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The main vegetation in the headlands and alleyways was mown grass sward. In 2017,
numbers of nests were assessed. Six replicate samples of 50 cm × 50 cm (divided into 5 cm
squares) quadrats in or adjacent to the study plot were collected in each orchard habitat
type (NB: the headland areas were outside the study plots).

In 2018 and 2019, the sampling strategy was changed from quadrats, which was
time-consuming and resulted in many zero values, to active searches standardised by
spatial coverage in defined areas. Based on knowledge from 2017, we omitted headlands
(type 5) and focused on areas in the study plots (1) under trees in the herbicide strip, (2) the
existing herbicide area at the end of the tree row, (3) the extended herbicide area, and (4) the
unextended areas in the control orchards (typically grassed headland) (Figure 1).

To assess the numbers of bee nests in the tree row area, two people walked slowly on
either side of the tree row from the row edge to the end of the study plot, covering 50 m,
recording all ground-nesting bee holes. Bee nests were recognised by their tumuli or when
closer inspection confirmed they were not made by other fauna (e.g., earthworms and ants).
Two rows per study plot were assessed in 2018 and one row per plot was assessed in 2019
as data collected from one row were adequate. The distance from the (a) tree trunk to the
margin of the alleyway, and (b) orchard edge, for each nest, was recorded to the nearest cm
to ascertain where in the tree row ground-nesting bees preferred to nest.

Nest density was assessed in every existing (yellow area, Figure 1) area and in extended
and equivalent but vegetated unextended areas (brown area, Figure 1) of each study plot.
The whole area at the end of the 8 tree rows of the study plot was measured (length and
width) and searched for bee nests on each sampling occasion. In the equivalent vegetated
unextended area, a closer search, at ground level, sorting through vegetation with fingertips,
was needed as nests were not easily visible.

Nesting assessments were performed during three apple tree phenological periods:
1. pre-apple blossom (before petals were visible on the developing flower trusses), 2. during
blossom, and 3. post-blossom (when the petals had withered and fallen). One to three
survey rounds took place for each tree phenological period, each year, depending on
the length of phenological period (Table 1). Nest density assessments were occasionally
restricted by weather conditions.

Table 1. Dates of nest survey rounds for ground-nesting bees. Note there were only 5 rounds in 2018
due to a shorter nesting period.

Tree Stage 2017 2018 2019

Pre-blossom
4–7 April 17–20 April 29 March–5 April

10–11 April 23–25 April 8–11 April, 15–18 April

Blossom
19–20 April 1–4 May 23–26 April
25–26 April 8–11 May 26 April–2 May

Post-blossom 16–24 May, 25–31 May 15–18 May 13–15 May

2.4. Bee Identification

To give an indication of species nesting in each habitat, in 2018 and 2019, the internal
diameter of the nest entrance/exit hole was measured to the nearest 0.5 mm [25]. In the
final year of the study, we deployed bee traps in each habitat type. Each orchard was
surveyed on the same dates as nest surveys were carried out, hence they were surveyed
on six occasions (Table 1). At least 50 bee traps were deployed over nest entrances, per
visit, depending on nest availability and were constructed from 7 cm wide and 4 cm tall
conical mesh strainers (supplied by NISBETS, https://www.nisbets.co.uk (accessed on
30 January 2018)). A 7 mm hole was made at the top and a 50 mL polypropylene multi-
purpose container (55 mm × 44 mm, Sarstedt) was secured over the top with a rubber band.
Bees emerging from nests flew up into the container where they could be observed. Traps
were checked after ~30 min and bees were identified to the species level using the keys by
Else and Edwards [26]. Lasioglossum calceatum and L. alpipes were grouped together [27].
Uncertain identifications were checked by expert taxonomist Michael Edwards.

https://www.nisbets.co.uk
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2.5. Soil and Vegetation

Soil texture (particle size distribution) was measured by sampling a homogenised
subsample (10 g) from 5 soil cores, taken from the study area in each orchard, at a maximum
depth of 20 cm. Samples were analysed, by laser granulometry (range 0.01–2000 microns,
Malven Mastersizer 3000). Samples were analysed at the University of Reading from
each of the 23 orchards [28]. Orchard soils in this study were either sandy-silt-loam or
silt-loam soils.

Soil compaction in the five habitats in each orchard was measured in 2017, using a
handheld penetrometer (Solutions for Research Ltd., Bedfordshire, UK) set to 20 cm. Only
measurements that were successful up to 20 cm depth were analysed to reflect the typical
nesting depth of our target ground-nesting species [29]. Six replicate samples per habitat
per orchard were collected.

To estimate ground cover (bare earth, green vegetation, moss and thatch (dead vege-
tation)), in the first year, 6 replicate quadrats (50 cm × 50 cm) for each of the five habitat
types (Figure 1) were taken. In 2018 and 2019, there were 8 replicate quadrats for each of
the 3 habitat types at the ends of the rows (existing, extended, and unextended), on each
survey round, with 3 and 4 quadrats under trees per site, respectively.

2.6. Statistics

Most of the data had count values as the dependent variable and therefore statistical
models appropriate for count data were used. For all count data models, a Poisson distri-
bution was first fitted. Then, if the model was overdispersed, which was assumed when
the ratio of sum of squares of the Pearson residuals to residual df was >2, the model was
refitted using the negative binomial distribution, as indicated in the text.

To estimate the effect of orchard habitat on bee nesting density, a Poisson generalized
linear mixed model (GLMM) was fitted to the habitat data using the glmmTMB package [30]
in R (4.1.1, R Core Team 2021). The 2017 data were analysed separately from those of the
subsequent years due to the different sampling strategies and the exclusion of one of the
habitats in the latter. The dependent variable was the total number of nests; to estimate
nest density, it was calculated as the number of nests per m2, and an offset equalling
each sample size area was added to the model. The models included fixed effects for
block, habitat, the 2018/2019 year and the year–habitat interaction in order to test for
the differential effects of the habitats on nest density over time. Both models included
random effects for orchard. The design used repeated measures, so a further random
effect of the interaction between orchard and habitat was used. Finally, there was pseudo-
replication within habitats; therefore, a final random effect was used to account for the
non-independence of the samples taken within each block, at each assessment point for
each habitat type.

To estimate the overall effect of the additional herbicide treatment (extended area) on
nest density, a negative binomial (linear mean–variance relationship) GLMM was fitted to
data from all years using glmmTMB. The model included fixed effects for year, treatment
and the year–treatment interaction. Random effects were included for orchard and the
interaction between block, treatment and assessment date, to account for repeated measures
and pseudo-replication within each block, respectively.

The relationship between nest density and soil compaction was explored through a
linear mixed effect model (LME4 package [31]). The mean nest density per m2 of each
orchard habitat was calculated, and so a square root transformation was applied. Nest den-
sity was then used as the response variable. Soil compaction and surveyed orchard habitats
including interactions were included as predictor variables, and orchards were included as
a random factor. Dunn’s test of multiple comparisons (rstatix package [32]) tested whether
or not there was a significant difference in soil compaction between orchard habitats.

Vegetation cover was estimated as the percentage cover equalling 100. Data were
analysed using principle components analysis (PCA), where principal component 1 and
principal component 2 were included in the GLMM as predictor factors. Nest density was
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calculated with the total number of nests as the response factor and the size (m2) of each
surveyed area as an offset. Orchards and surveyed areas were set as random factors. The
dominant habitat type was determined by choosing the habitat with the highest percentage
vegetation cover from each assessment. Then, the mean nest density of each dominant
habitat was calculated. A Kruskal–Wallis rank test was used to determine whether or not
the dominant habitats differed in nest density, and Dunn’s test of multiple comparisons
(rstatix package [32]) was used to identify the preferred nesting habitats.

To establish if bees were equally distributed along the tree row, numbers of nests
were grouped per 5 m from the start of the tree rows (0 m) and tested between distances
using a Chi-square goodness of fit test; post hoc tests were performed between the first
group (0–5 m) and each other group with p-values adjusted for multiple testing using
the Bonferroni method. Equality of distance from the tree and grass alleyway of nest
distribution was tested with a binomial exact test. To compare the bee nest entrance/exit
diameters between orchards habitats, a linear mixed model was fitted to the data using the
LME4 package. The model included fixed effects for block, year, tree–stage and habitat,
and the interactions for the latter included three fixed effects. The random effects were
orchard, orchard:habitat and block:tree–stage:habitat:assessment to account for orchard
random effects, repeated measures random effects and pseudo-replication, respectively.
Finally, we plotted the numbers of individual bees captured emerging from nests in the
different habitat types and the mean nest hole size from each emerging bee species.

To estimate the nest numbers (response variable) at tree stages (apple blossom timing),
a Poisson GLMM was fitted to the data using the glmmTMB package in R [30]. To calculate
the mean numbers of nests at peak nesting (sampling time, when most nests were present)
under the tree row, the total area of bare earth (under tree row) per orchard was calculated
from the row length and width multiplied by the numbers of rows per orchard from
ground measurements and Google Maps, respectively. The maximum number of nests
per m2 was then multiplied by the mean area of bare ground per orchard to give the
estimated maximum number of ground-nesting bee nests per ha−1 of orchard. The model
included fixed effects for block, year, tree–stage and the year:tree–stage interaction, and
random effects were included for orchard and block:tree–stage:assessment date to account
for orchard (and repeated measures) random effects and pseudo-replication within each
block, respectively.

For all GLMMs, the statistical significance of the fixed effects was tested using a
likelihood ratio test. For all analyses, post hoc testing was carried out using the R emmeans
package [33] with p values adjusted for the familywise error rate using the Tukey method.

3. Results
3.1. Where and When Do Ground-Nesting Bees Nest?

In the first year, there was a significant effect of habitat type on nest density (Chisq
28.37, p < 0.001, Figure 2). More nests were observed in the herbicide-treated existing area
at the end of the tree row and under the trees, than in the vegetated orchard headlands
(z 3.857, p < 0.001, Figure 2). Although more nests were observed in the existing area
compared to the extended area at the end of the tree row, this was not quite significant
(z 2.714, p = 0.052, Figure 2).

In 2018 and 2019, there was a significant effect of habitat type on nest density (Chisq
37.60, 3, p < 0.001), but there was also an interaction between year and habitat type (Chisq
14.07, 2, p < 0.001, Figure 2), likely due to the relatively fewer nests under trees in 2019
compared to 2018 (z 2.875, p = 0.070). In general, more bee nests were observed in herbicide-
treated existing, extended, and under-tree areas than in areas not treated with herbicide
(unextended) (2018: z 5.194, p < 0.001; z 3.510, p = 0.003; z 4.659, p < 0.001, 2019: z 4.851,
p < 0.001; z 4.474, p < 0.001; z 2.801, p = 0.026, respectively, Figure 2). In addition, in 2019,
there were more nests per m2 in the existing and extended areas than under trees (z 3.055,
p < 0.012; z 2.772, p < 0.029, Figure 2).
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Figure 2. Predicted mean (±SE) density of bee nests (m2) in apple orchard habitats (N = 23) in
(A) 2017, (B) 2018 and (C) 2019. Existing and under-tree areas were treated with herbicide for the
life of the orchards and the extended area was treated with herbicide from 2016 (see Figure 1). The
headland and unextended areas were vegetated and not treated with herbicide during the study. Nest
density was assessed with quadrats in 2017 and then with timed demarked searches in subsequent
years. The headland was only assessed in the first year of the study. Bars with different letters (a, b, c)
are significantly different.

The density of nests in 2018 between 0 m and 50 m along the length of the herbicide-
sprayed area of the apple tree rows did not change significantly. However, there were
fewer nests located between 0 and 5 m from the orchard edge, compared to other distances
(Chi-sq > 9.3899, 9, p < 0.020, Figure 3a). The numbers of nests between the apple tree
trunk and the margin of the vegetated alleyway peaked closer to the alleyway than to the
tree (Exact binomial test: p < 0.001). In total, 57.4% of nests were found to be closer to the
alleyways (Figure 3b).

The numbers of active bee nests in the orchards varied significantly between the years
and stage of apple blossom (Chisq; year: 19.266, 1, p < 0.001; blossom: 21.787, 3, p < 0.001).
There was also an interaction between year and blossom (Chisq: 34.926, 4, p < 0.001).
Overall, ground-nesting bees emerged and began nesting pre-apple blossom, peaking
during blossom with most nesting activity being completed post-apple blossom (Figure 5a).
Based on our nest counts under the tree rows, across all orchards, at peak nesting in 2018
and 2019 there was 873 (range 44–5705), and 1153 (range 0–4082) ha−1, respectively.
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Figure 3. (a) Nest density in 2018 in 5 m intervals along the herbicide area of the tree rows for all
orchards from the orchard edge (0 m) to the end of the study plot (50 m), and (b) density plot of
the proportion of bee nests observed between the tree trunk (centre of row, 0.0) and the edge of the
vegetated alleyway (1.0), across all orchards.

3.2. What Influences the Choice of Nest Site?

Soil compaction (kg cm2 to 15 cm depth (±SE)) was significantly higher in the head-
lands and extended herbicide areas at the end of the tree rows compared to the alleyways,
under trees or at the end of tree rows (p < 0.001, Figure 4a). However, soil compaction did
not predict nest density in the apple orchards (LMM fit by REML, p = 0.955).
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Figure 4. (a) Mean (±SE, n = 6) soil compaction (kg cm2 to 15 cm depth) of orchards’ habitats in 2017.
(b) Mean (±SE, n = 6) bee nest density (m2) in areas of bare ground, green vegetation, moss or thatch
(dead vegetation). Bars with different letters (a, b, c) are significantly different.

Ground vegetation cover had a significant influence on bee nesting (GLMM, z 14.693,
p < 0.001). Dominant habitats differed significantly in nest density (Kruskal–Wallis rank
test; Chisq 41.522, df = 3, p < 0.000). Moss was the dominant ground cover type with
the highest nest density, followed by bare earth, thatch (dead vegetation) and then green
vegetation (Figure 4b).

3.3. Which Bee Species Are Nesting in Apple Orchards?

During 2018 and 2019, a total of 2,289 nest entrances were measured (Figure 5b).
Although there was a significant effect of year (F 1.662, p < 0.001), blossom stage of trees
(F 56.656, p < 0.001) and habitat type (F 32.177, p < 0.001) on bee nest entrance hole size,
there was also a significant interaction between year–blossom stage (F 4.306, p = 0.015) and
year–habitat (F 8.638, p < 0.001). Overall, nests in the unextended area were smaller than
nests in the bare ground existing areas (z 5.187, p < 0.001), extended areas (z 3.086, p = 0.011)
and under the trees (z 7.939, p < 0.001). Nests under trees were also larger than those in the
existing (z −4.127, p < 0.001) and extended (z −5.573, p < 0.001, Figure 5b) areas.
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Figure 5. (a) Predicted mean (±SE) nest density (m2) of ground-nesting bees in orchards in the spring
between 2017 and 2019 categorised by the apple tree blossom stage (pre-blossom—no flowers open,
blossom—at least 50% flowers open, and post blossom—petals withered). (b) Predicted diameter
(mm (±SE)) of ground-nesting bee nest entrance holes in the 4 orchard habitats; existing area at the
end of the tree rows and under trees treated with herbicide for the life of the orchards. Extended area
treated with herbicide from 2016 and the unextended vegetated areas (not treated with herbicide
during the study) are provided for comparison (see Figure 1).

In the final year of the study, 58 bees from across all sites were captured while leaving
nests and identified to the species level. The species identified during the survey in 2019
were Lasioglossum malachurum (15), Andrena flavipes (10), Lasioglossum calceatum (8), Andrena
nitida and Andrena haemorrhoa (5 each), Andrena dorsata, Lasioglossum alpipes, Sphecodes monil-
icomis (3 each), Andrena chrysosceles, Andrena cineraria, Andrena labialis, Andrena nigroaenea,
Andrena trimmerana and Lasioglossum fulvicorne (1 each). Most species were found in the
existing bare-ground area at the end of the tree row with A. nitida, A. haemorrhoa, L. malachu-
rum, L. calceatum, and S. monilicomis being sampled from within the tree row (Figure 6a).
This data suggested that the newly created extended bare-earth areas were mostly utilised
by the smaller Lasioglossum species (Figure 6a,b).
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Figure 6. (a) Total numbers of bee individuals depending on species and nesting location (excluding
where only one was identified) in 2019. Existing area at the end of the tree rows and under trees
was treated with herbicide for the life of the orchards. The extended area was treated with herbicide
from 2016 and the unextended vegetated areas were not treated with herbicide during the study
for comparison. (b) Mean entrance size (mm (±SE)) of nest measured to the nearest mm of bees
identified to the species level in 2019. Bars with no error bars only had one replicate. NB: Sphecodes
monilicornis is a cleptoparaitic species and so this is likely the nest diameter of the host.
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3.4. How We Might Improve Habitat Management for Ground-Nesting Bees

The main treatments applied to the orchards were herbicide (extended) vs. no herbi-
cide (unextended) areas at the end of the tree row. Overall, although the numbers of nest
entrances were greater in the extended than unextended areas from the second year of the
study (Figure 2), there was no significant overall increase in nest numbers (m2, ±SE) across
orchards that had additional herbicide treatment in any year (no additional herbicide:
0.183 ± 0.043; treated: 0.191 ± 0.045) (Chisq 0.014, 1, p = 0.902), even though nest density
had increased compared to that in the same area of the unextended habitat by the second
and third years (Figure 2B,C).

4. Discussion

This study aimed to increase our understanding of where important insect pollinators
of apple, namely andrenid bees, nest in apple orchards, to identify approaches to increase
bee nest numbers to enable better the targeting of habitat management for apple pollinators
within orchard crops.

4.1. Where Do Ground-Nesting Bees Choose to Nest and What Influences the Species’ Choice of
Nest Site?

More ground-nesting bee nests were observed in the bare-ground areas of orchards,
especially the herbicide-treated section under and at the ends of the tree rows. Some ground-
nesting bee species utilise bare ground as the soil is warmer than that in vegetated areas,
presumably enabling faster development and increased foraging activity (e.g., [34–36]).
Very few bee nests were observed in the vegetated areas, including the orchard alleyways
and headlands. Vegetation may impede digging because of roots in the soil or create a
cooler microclimate not suited to bees requiring faster development, especially species that
are bivoltine (e.g., [37,38]). We did not search beyond the main cropping area for nests,
and future investigations might explore adjacent habitats and perimeter features such
as walls, tracks, ditches, and hedgerows. Bare areas and areas of moss, predominantly
where herbicide had been applied over many years, were the habitats most likely to host
ground-nesting bees.

Peak nesting activity coincided with apple blossom, which is the peak period of nectar
and pollen production in the orchards. The ground beneath the trees, at this time, would
be unshaded by foliage in contrast to later tree canopy development. Nesting activity
generally decreased post-apple blossom. Future studies should include measurements of
light levels during the nesting phase to ascertain if light and subsequent soil temperature
drive nest site selection in apple orchards. In addition to seasonal changes in nesting, we
also observed interannual differences in nest numbers. For example, there were almost half
the number of nests under trees in 2019 compared to 2018, over all sampling occasions. The
reason for this decline is not known, although rain events were observed to destroy tumuli
and may have obscured bee nests. In addition, the stochasticity of bee populations driven
by weather, the previous years’ floral resources, parasites and cuckoos cannot be ruled out.

In our study, soil was a poor predictor of nest density. The soils in our 23 study orchards
were very similar, sandy-silt-loam or silt-loam soils, and the bee species we encountered
are all reasonably common, hence soil type was not a good predictor of nesting in this
system. Additionally, soil compaction, in our study, ranged between ~25–50 kg cm2 and
did not predict nest density in the orchards, unlike in other studies [34,39,40]. Therefore,
we suggest that other indicators are better predictors of nest density.

Fourteen ground-nesting bee species were identified using nests during our sur-
veys, three of which were previously recorded as common visitors of the apple blos-
som [18,41–43]. Most species were found in the existing bare-ground area at the end of the
tree row and almost half of the individuals caught and identified were from this area. How-
ever, due to the area of bare ground under the apple trees, most nests were observed in this
habitat type. Andrena nitida, A. haemorrhoa, Lasioglossum malachurum, L. albipes/calceatum,
and Sphecodes monilicomis were the dominant species in this habitat. There was little vari-
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ation in the numbers of nests along the tree row, but bees tended to nest approximately
halfway between the tree trunk and the edge of the vegetated alleyway. This might be due
to a range of factors including disturbance from farm activities, soil moisture and plant
roots. The tree row forms a large part of the orchard surface area and our estimates of
ground-nesting bee nests utilising this area, across all orchards, at peak nesting in 2018 and
2019 were 873 (range 44–5705), and 1153 (range 0–4082) ha−1, respectively. These counts
are likely to have been underestimated due to a proportion of the nests being closed or due
to disturbance by weather events at the time of assessment.

Data collated by Garratt et al. [7] from UK apple orchards recorded 631 honeybees,
823 solitary bees, 243 bumblebees, 76 hoverflies and 142 others, mostly Diptera. Andrenid
bees were the main wild bees visiting apples and accounted for up to two thirds of all
visitors. The most abundant ground-nesting species we trapped for identification were
smaller species, e.g., L. malachurum and L. calceatum, and A. flavipes, and are probably not as
important for apple pollination.

Using nest entrance size as a proxy for bee size, we observed smaller nest entrances in
newly created vegetation-free extended areas compared to under the trees. We hypothesise
that larger bee species nest under apple trees which would be shaded for most of the apple
growing season, with smaller species nesting in open ground. Caution should be observed
when interpreting this data as other factors including temperature may play a role in nest
entrance size. Lasioglossum malachurum exploited our newly herbicide-extended areas at
the ends of the tree rows. This species is polylectic and obligately eusocial, and nesting
aggregations are common on compacted bare soil [44]. Andrena flavipes was present in
the more established existing herbicide areas at the ends of the tree row. This species is a
bivoltine, so females will be active from March continuously through to August [37,38],
hence more exposed warmer soils might aid the development of two generations within
a year. Andrena flavipes also nests in aggregations in ground exposed to the Sun [37].
Lasioglossum calceatum can nest in short turf or open situations [26]. Sphecodes monilicomis,
also identified in our surveys, is a kleptoparasite of Halictus and Lasioglossum species [26].

Overall, our findings suggest that bare ground created by herbicide application pro-
vides suitable nesting locations for multiple ground-nesting bee species in orchards (unlike
the farmland study by [45]), and that the bee species most likely to provide a beneficial
ecosystem service through apple pollination chose well-established bare ground under
the trees.

4.2. How Might We Improve Habitat Management for Ground Nesting Bees?

Applying herbicide to the ends of the tree rows did not increase overall nest numbers
in the orchards during the timespan of the study, even though the numbers of nests had
increased in the herbicide-extended habitat compared to the same area of the unextended
habitat by the second year (Figure 2B). This may be because the extended areas were not
large enough compared to the nesting area hosted under the trees and because there was
interannual variation in the numbers of nest counts, which were at least partially impacted
by weather conditions, or because nest density had already reached maximum.

In addition, these areas extended into the headland, where there is regular vehicular
movement. Although newly created areas of bare earth may stimulate nest initiation, traffic
can have a negative impact on nest success [34]. Gregory and Wright [46] created four
3 m × 5 m open ground areas in a nature reserve which attracted a few nesting bee species.
However, as seen in our study, it is difficult to predict whether or not this augmentation is
increasing the abundance and diversity of bees across an area or potentially pulling bees
away from other, less favourable nesting locations [35].

Our study highlights the importance of the bare-ground habitat under trees and
suggests that this area should be maintained as largely vegetation-free areas, especially
during peak nesting times. Nichols et al. [45] compared creating bare-earth sites for bees
by either spraying sites with herbicide or scraping the surface vegetation with machinery.
Sprayed plots reached over 90% vegetation cover by July compared to scraped plots which
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reached only 50%. However, no attempt was made to remove the dead vegetation or
apply additional herbicide to the sprayed plots. Hence, significantly more nests were
found in plots created by surface scraping. Any form of bare-earth nesting habitat will
need regular maintenance to keep the ground clear, particularly during the main nesting
activity periods. The potential loss of approval of the herbicide glyphosate as a treatment
to reduce competition from vegetation with the orchard trees is driving a move towards
mechanical weeding. Many machines disturb only the top few centimetres of soil, but
studies are needed to assess whether or not mechanical weeding impedes the emergence of
overwintered solitary bees in orchard soils.

A review of the impacts of pesticide exposure on solitary bees [47] suggested that
glyphosate can affect conditional learning and navigation, as seen in honeybees [48,49].
Most glyphosate studies test honeybees, especially adult bees, through direct contact,
or oral dosing experiments [50]. To date, there is one study to suggest that glyphosate
may be detrimental to the reproductive success of solitary bees [51]. A recent review
by Christmann [52] highlighted that 70% of wild bees nest below-ground and are at
risk from chemicals, soil compaction and deep tillage. Deep tillage, reaching 15–30 cm
deep, can destroy nests and prevent around 50% of the emergence of ground-nesting
bees [53,54]. In combination with studies on the impact of mechanical weeding, it would
be helpful to measure the impacts of herbicide on the ground-dwelling stage of bees so that
recommendations can be made on the timing and numbers of applications that would be
acceptable. Practices such as burning vegetation do not kill most ground-nesting bees [55],
and it may be possible in the absence of glyphosate to use herbicides which desiccate the
foliage above ground. In addition, new electrical weeding strategies should also be tested
for their impacts on ground-nesting bees.

Creation and maintenance of bare-earth areas in apple orchards need to be carried
out with the other needs of bee species in mind, for example floral resources [17,56–59].
There is the potential to manipulate bee populations [60] and target species best-suited to
a particular crop by fostering and provisioning the preferred nesting sites and forage of
those species. However, in large-scale apple production, nesting habitat, pollen and nectar
sources are needed within orchards as solitary bees, overall, do not forage far from the nest.
For example, fifty percent of female andrenids, released from a single point, were recovered
at distances under 100 m [14]. Smaller solitary bee species probably forage slightly shorter
distances from 90 m, but a smaller proportion of bees can be found at 300 m or more
away from nesting areas [15]. In addition, pesticides harmful to foraging adults should be
avoided where possible at key flight times and care should be taken to avoid tank mixes
that exacerbate toxicity [50]. Application of systemic pesticides such as neonicotinoids
applied directly to soil should be avoided [61,62].

Nest site selection remains an understudied area of research, but progress has been
made with specific species suggesting that softer soils are utilised when there are lower
densities of bees, but that larger aggregations need more compacted soils, presumably to
maintain structural integrity [34,35].

5. Conclusions

In summary, this study has highlighted the importance of bare ground in orchards
as a key nesting habitat for bees that are important to apple production. Future studies
should focus on designing orchard landscapes that complement the whole lifecycle of bees
needed to cross-pollinate apple, and test future changes in orchard practices to ensure that
new orchard management approaches do not adversely harm ground-nesting bees.

Author Contributions: Conceptualisation, M.T.F., M.P.D.G., C.C., R.F.P. and S.G.P.; methodology,
M.T.F., K.T., C.X.S., R.O. and M.E.; formal analysis, K.T. and G.D.; data curation, K.T., C.X.S. and G.D.;
writing—original draft preparation, M.T.F.; writing—review and editing, K.T., M.P.D.G., R.O., C.C.,
R.F.P. and S.G.P.; project administration, M.T.F.; funding acquisition, S.G.P. All authors have read and
agreed to the published version of the manuscript.



Insects 2023, 14, 490 13 of 15

Funding: This research was carried out as part of the ‘Sustainable Management of Orchard Pollination
Services’ project (BB/P003664/1) co-funded by the Biotechnology and Biological Science Research
Council, the Natural Environment Research Council, Syngenta, Avalon Produce and Worldwide
Fruit Ltd.

Data Availability Statement: All datasets are available upon request from Michelle Fountain and
Greg Deakin, NIAB.

Acknowledgments: We thank the commercial collaborators for their assistance: Nigel Jenner, Car-
oline Ashdown (Avalon, East Sutton, Maidstone, Kent, UK), Megan McKerchar, Charnee Butcher
(Worldwide Fruit, Pinchbeck, Lincolnshire, UK), Claire Brittain, Peter Sutton (Syngenta, Fulbourn,
UK) and Marek Nowakowski (Wildlife Farming Company, UK). We would like to thank the growers
who were involved in the study and whose support and enthusiasm for the project were invaluable.
We would also like to thank Louise Truslove, Sarah Hulmes, Lucy Hulmes, Nadine Mitschunas,
Rachel McDonald, Tracie Evans, Alvaro Leon, Joris Rockx, Lisa Bromfield, Sean Webber, Nicholas
Buck, Adam Walker, Francesco Rogai, Sebastian Hemer, Umberto Rosolia, Jonah Bubb, Piroska
Mohay, Gabriele Antoniella and Rosa Blanco for carrying out fieldwork.

Conflicts of Interest: The authors declare that the research was conducted in the absence of any
commercial or financial relationships that could be construed as a potential conflict of interest.

References
1. FAO Food and Agriculture Organisation of the United Nations [Global Apple Production]. Available online: https://www.fao.

org/faostat/en/#data/ (accessed on 20 April 2019).
2. Defra Agriculture in the United Kingdom [Crop Dataset]. Available online: https://www.gov.uk/government/statistical-data-

sets/agriculture-in-the-united-kingdom (accessed on 20 April 2019).
3. Dulta, P.C.; Verma, L.R. Role of Insect Pollinators on Yield and Quality of Apple Fruit. Indian J. Hortic. 1987, 44, 274–279.
4. Ramírez, F.; Davenport, T.L. Apple Pollination: A Review. Sci. Hortic. 2013, 162, 188–203. [CrossRef]
5. Garratt, M.P.D.; Breeze, T.D.; Jenner, N.; Polce, C.; Biesmeijer, J.C.; Potts, S.G. Avoiding a Bad Apple: Insect Pollination Enhances

Fruit Quality and Economic Value. Agric. Ecosyst. Environ. 2014, 184, 34–40. [CrossRef]
6. Hünicken, P.L.; Morales, C.L.; García, N.; Garibaldi, L.A. Insect Pollination, More than Plant Nutrition, Determines Yield Quantity

and Quality in Apple and Pear. Neotrop. Entomol. 2020, 49, 525–532. [CrossRef]
7. Garratt, M.P.D.; Breeze, T.D.; Boreux, V.; Fountain, M.T.; McKerchar, M.; Webber, S.M.; Coston, D.J.; Jenner, N.; Dean, R.;

Westbury, D.B.; et al. Apple Pollination: Demand Depends on Variety and Supply Depends on Pollinator Identity. PLoS ONE
2016, 11, e0153889. [CrossRef]

8. Garratt, M.P.D.; de Groot, G.A.; Albrecht, M.; Bosch, J.; Breeze, T.D.; Fountain, M.T.; Klein, A.M.; McKerchar, M.; Park, M.;
Paxton, R.J.; et al. Opportunities to Reduce Pollination Deficits and Address Production Shortfalls in an Important Insect-
Pollinated Crop. Ecol. Applic. 2021, 31, e02445. [CrossRef]

9. Pardo, A.; Borges, P.A.V. Worldwide Importance of Insect Pollination in Apple Orchards: A Review. Agric. Ecosyst. Environ. 2020,
293, 106839. [CrossRef]

10. Burns, K.L.W.; Stanley, D.A. The Importance and Value of Insect Pollination to Apples: A Regional Case Study of Key Cultivars.
Agric. Ecosyst. Environ. 2022, 331, 107911. [CrossRef]

11. Boyle, R.M.D.; Philogène, B.J.R. The Native Pollinators of an Apple Orchard: Variations and Significance. J. Hortic. Sci. 1983,
58, 355–363. [CrossRef]

12. Bernauer, O.M.; Tierney, S.M.; Cook, J.M. Efficiency and Effectiveness of Native Bees and Honey Bees as Pollinators of Apples in
New South Wales Orchards. Agric. Ecosyst. Environ. 2022, 337, 108063. [CrossRef]

13. Antoine, C.M.; Forrest, J.R.K. Nesting Habitat of Ground-Nesting Bees: A Review. Ecol. Entomol. 2020, 46, 143–159. [CrossRef]
14. Gathmann, A.; Tscharntke, T. Foraging Ranges of Solitary Bees. J. Anim. Ecol. 2002, 71, 757–764. [CrossRef]
15. Wright, I.R.; Roberts, S.P.M.; Collins, B.E. Evidence of Forage Distance Limitations for Small Bees (Hymenoptera: Apidae). Eur. J.

Entomol. 2015, 112, 303–310. [CrossRef]
16. Greenleaf, S.S.; Williams, N.M.; Winfree, R.; Kremen, C. Bee Foraging Ranges and Their Relationship to Body Size. Oecologia 2007,

153, 589–596. [CrossRef]
17. Carvell, C.; Mitschunas, N.; McDonald, R.; Hulmes, S.; Hulmes, L.; O’Connor, R.S.; Garratt, M.P.D.; Potts, S.G.; Fountain, M.T.;

Sadykova, D.; et al. Establishment and Management of Wildflower Areas for Insect Pollinators in Commercial Orchards. Basic
Appl. Ecol. 2022, 58, 2–14. [CrossRef]

18. Garratt, M.P.D.; Truslove, C.L.; Coston, D.J.; Evans, R.L.; Moss, E.D.; Dodson, C.; Jenner, N.; Biesmeijer, J.C.; Potts, S.G. Pollination
Deficits in UK Apple Orchards. J. Pollinat. Ecol. 2013, 12, 9–14. [CrossRef]

19. Maher, S.; Manco, F.; Ings, T.C. Using Citizen Science to Examine the Nesting Ecology of Ground-Nesting Bees. Ecosphere 2019,
10, e02911. [CrossRef]

https://www.fao.org/faostat/en/#data/
https://www.fao.org/faostat/en/#data/
https://www.gov.uk/government/statistical-data-sets/agriculture-in-the-united-kingdom
https://www.gov.uk/government/statistical-data-sets/agriculture-in-the-united-kingdom
https://doi.org/10.1016/j.scienta.2013.08.007
https://doi.org/10.1016/j.agee.2013.10.032
https://doi.org/10.1007/s13744-020-00763-0
https://doi.org/10.1371/journal.pone.0153889
https://doi.org/10.1002/eap.2445
https://doi.org/10.1016/j.agee.2020.106839
https://doi.org/10.1016/j.agee.2022.107911
https://doi.org/10.1080/00221589.1983.11515130
https://doi.org/10.1016/j.agee.2022.108063
https://doi.org/10.1111/een.12986
https://doi.org/10.1046/j.1365-2656.2002.00641.x
https://doi.org/10.14411/eje.2015.028
https://doi.org/10.1007/s00442-007-0752-9
https://doi.org/10.1016/j.baae.2021.11.001
https://doi.org/10.26786/1920-7603(2014)8
https://doi.org/10.1002/ecs2.2911


Insects 2023, 14, 490 14 of 15

20. Blaauw, B.R.; Isaacs, R. Flower Plantings Increase Wild Bee Abundance and the Pollination Services Provided to a Pollination-
Dependent Crop. J. Appl. Ecol. 2014, 51, 890–898. [CrossRef]

21. Mateos-Fierro, Z.; Garratt, M.P.D.; Fountain, M.T.; Ashbrook, K.; Westbury, D.B. Wildflower Strip Establishment for the Delivery
of Ecosystem Services in Sweet Cherry Orchards. Asp. Appl. Biol. 2018, 139, 179–186.

22. Fountain, M.T. Impacts of Wildflower Interventions on Beneficial Insects in Fruit Crops: A Review. Insects 2022, 13, 304. [CrossRef]
23. Garratt, M.P.D.; O’Connor, R.; Carvell, C.; Fountain, M.T.; Breeze, T.D.; Pywell, R.; Redhead, J.; Kinneen, L.; Mitschunas, N.;

Truslove, L.; et al. Addressing Pollination Deficits in Orchard Crops through Habitat Management for Wild Pollinators. Ecolog.
Applic. 2022, 33, e2743. [CrossRef]

24. Zurbuchen, A.; Landert, L.; Klaiber, J.; Müller, A.; Hein, S.; Dorn, S. Maximum Foraging Ranges in Solitary Bees: Only Few
Individuals Have the Capability to Cover Long Foraging Distances. Biol. Conserv. 2010, 143, 669–676. [CrossRef]

25. Kamm, D.R. Effects of Temperature, Day Length, and Number of Adults on the Sizes of Cells and Offspring in a Primitively
Social Bee (Hymenoptera: Halictidae). J. Kans. Entomol. Soc. 1974, 47, 8–18.

26. Else, G.R.; Edwards, M. Handbook of the Bees of British Isles; Brock, P., Ed.; The Ray Society: London, UK, 2018; Volume 180, ISBN
9780903874519.

27. Russo, L.; Park, M.; Gibbs, J.; Danforth, B. The Challenge of Accurately Documenting Bee Species Richness in Agroecosystems:
Bee Diversity in Eastern Apple Orchards. Ecol. Evol. 2015, 5, 3531–3540. [CrossRef]

28. Blott, S.J.; Croft, D.J.; Pye, K.; Samantha, S.E.; Wilson, H.E. Particle Size Analysis by Laser Diffraction. Geolog. Soc. Lond. Spec.
Public 2004, 232, 63–73. [CrossRef]

29. Rozen, J.G., Jr. Biology of the Bee Ancylandrena larreae (Andrenidae: Andreninae) and Its Cleptoparasite Hexepeolus rhodogyne
(Anthophoridae: Nomadinae) with a Review of Egg Deposition in the Nomadinae (Hymenoptera: Apoidea). Am. Mus. Novit.
1992, 3038, 1–15.

30. Brooks, M.E.; Kristensen, K.; van Benthem, K.J.; Magnusson, A.; Berg, C.W.; Nielsen, A.; Skaug, H.J.; Mächler, M.; Bolker, B.M.
GlmmTMB Balances Speed and Flexibility among Packages for Zero-Inflated Generalized Linear Mixed Modeling. R J. 2017,
9, 378–400. [CrossRef]

31. Bates, D.; Mächler, M.; Bolker, B.M.; Walker, S.C. Fitting Linear Mixed-Effects Models Using Lme4. J. Stat. Softw. 2015, 67, 48.
[CrossRef]

32. Kassambara, A. Rstatix: Pipe-Friendly Framework for Basic Statistical Tests, Version 0.7.0; R Package: Madison, WI, USA, 2021.
33. Length, R.V. Emmeans: Estimated Marginal Means, Aka Least-Squares Means, Version 1.7.5; R Package: Madison, WI, USA, 2022.
34. Wuellner, C.T. Nest Site Preference and Success in a Gregarious, Ground-Nesting Bee Dieunomia triangulifera. Ecol. Entomol. 1999,

24, 471–479. [CrossRef]
35. Potts, S.; Willmer, P. Abiotic and Biotic Factors Influencing Nest-Site Selection by Halictus rubicundus, a Ground-Nesting Halictine

Bee. Ecol. Entomol. 1997, 22, 319–328. [CrossRef]
36. Weissel, N.; Mitesser, O.; Liebig, J.; Poethke, H.J.; Strohm, E. The Influence of Soil Temperature on the Nesting Cycle of the

Halictid Bee Lasioglossum malachurum. Insectes Soc. 2006, 53, 390–398. [CrossRef]
37. Roberts, S. Yellow-Legged Mining-Bee (Andrena flavipes). Joint Initiative: Hymettus—BWARS. Information Sheet 22. 2011. Avail-

able online: https://www.bwars.com/sites/www.bwars.com/files/info_sheets/andrena_flavipes_infosheet.pdf (accessed on
20 April 2019).

38. O’Connor, R.S.; Hails, R.S.; Thomas, J.A. Accounting for Habitat When Considering Climate: Has the Niche of the Adonis Blue
Butterfly Changed in the UK? Oecologia 2014, 174, 1463–1472. [CrossRef]

39. Cane, J.H. Soils of Ground-Nesting Bees (Hymenoptera: Apoidea): Texture, Moisture, Cell Depth and Climate. J. Kans. Entomol.
Soc. 1991, 64, 406–413.

40. Tsiolis, K.; Potts, S.; Garratt, M.; Tilston, E.; Burman, J.; Rintoul-Hynes, N.; Fountain, M. The Importance of Soil and Vegetation
Characteristics for Establishing Ground-Nesting Bee Aggregations. J. Pollinat. Ecol. 2022, 31, 186–200. [CrossRef]

41. Gardner, K.E.; Ascher, J.S. Notes on the Native Bee Pollinators in New York Apple Orchards. J. N. Y. Entomol. Soc. 2006, 114, 86–91.
[CrossRef]

42. Fountain, M.T. Identification of Key Insect Pollinators of Modern Apple Varieties. Report Submitted to the Worshipful Company
of Fruiterers. 2011. Available online: https://www.fruiterers.org.uk/ (accessed on 20 April 2019).

43. Cross, J.V.; Fountain, M.T.; Marko, V.; Nagy, C. Arthropod Ecosystem Services in Apple Orchards and Their Economic Benefits.
Ecol. Entomol. 2015, 40, 82–96. [CrossRef]

44. Zobel, M.U.; Paxton, R.J. Is Big the Best? Queen Size, Usurpation and Nest Closure in a Primitively Eusocial Sweat Bee
(Lasioglossum malachurum). Behav. Ecol. Sociobiol. 2007, 61, 435–447. [CrossRef]

45. Nichols, R.N.; Holland, J.; Goulson, D. Methods for Farmland in Hampshire, UK, and Their Effectiveness at Recruiting Ground-
Nesting Solitary Bees. Conserv. Evid. 2020, 17, 15–18.

46. Gregory, S.; Wright, I. Creation of Patches of Bare Ground to Enhance the Habitat of Ground-Nesting Bees and Wasps at Shotover
Hill, Oxfordshire, England. Conserv. Evid. 2005, 2, 139–141.

47. Sgolastra, F.; Hinarejos, S.; Pitts-Singer, T.L.; Boyle, N.K.; Joseph, T.; Luckmann, J.; Raine, N.E.; Singh, R.; Williams, N.M.; Bosch, J.
Pesticide Exposure Assessment Paradigm for Solitary Bees. Environ. Entomol. 2019, 48, 22–35. [CrossRef]

48. Balbuena, M.S.; Tison, L.; Hahn, M.L.; Greggers, U.; Menzel, R.; Farina, W.M. Effects of Sublethal Doses of Glyphosate on
Honeybee Navigation. J. Exper. Biol. 2015, 218, 2799–2805. [CrossRef] [PubMed]

https://doi.org/10.1111/1365-2664.12257
https://doi.org/10.3390/insects13030304
https://doi.org/10.1002/eap.2743
https://doi.org/10.1016/j.biocon.2009.12.003
https://doi.org/10.1002/ece3.1582
https://doi.org/10.1144/GSL.SP.2004.232.01.08
https://doi.org/10.32614/RJ-2017-066
https://doi.org/10.18637/jss.v067.i01
https://doi.org/10.1046/j.1365-2311.1999.00215.x
https://doi.org/10.1046/j.1365-2311.1997.00071.x
https://doi.org/10.1007/s00040-005-0884-7
https://www.bwars.com/sites/www.bwars.com/files/info_sheets/andrena_flavipes_infosheet.pdf
https://doi.org/10.1007/s00442-013-2850-1
https://doi.org/10.26786/1920-7603(2022)682
https://doi.org/10.1664/0028-7199(2006)114[86:NOTNBP]2.0.CO;2
https://www.fruiterers.org.uk/
https://doi.org/10.1111/een.12234
https://doi.org/10.1007/s00265-006-0271-4
https://doi.org/10.1093/ee/nvy105
https://doi.org/10.1242/jeb.117291
https://www.ncbi.nlm.nih.gov/pubmed/26333931


Insects 2023, 14, 490 15 of 15

49. Herbert, L.T.; Vázquez, D.E.; Arenas, A.; Farina, W.M. Effects of Field-Realistic Doses of Glyphosate on Honeybee Appetitive
Behaviour. J. Exper. Biol. 2014, 217, 3457–3464. [CrossRef] [PubMed]

50. Iwasaki, J.M.; Hogendoorn, K. Non-Insecticide Pesticide Impacts on Bees: A Review of Methods and Reported Outcomes. Agric.
Ecosyst. Environ. 2021, 314, 107423. [CrossRef]

51. Graffigna, S.; Marrero, H.J.; Torretta, J.P. Glyphosate Commercial Formulation Negatively Affects the Reproductive Success of
Solitary Wild Bees in a Pampean Agroecosystem. Apidologie 2021, 52, 272–281. [CrossRef]

52. Christmann, S. Regard and Protect Ground-Nesting Pollinators as Part of Soil Biodiversity. Ecolog. Applic. 2022, 32, e2564.
[CrossRef]

53. Roulston, T.H.; Goodell, K. The Role of Resources and Risks in Regulating Wild Bee Populations. Annu. Rev. Entomol. 2010,
56, 293–312. [CrossRef]

54. Ullmann, K.S.; Meisner, M.H.; Williams, N.M. Impact of Tillage on the Crop Pollinating, Ground-Nesting Bee, Peponapis pruinosa
in California. Agric. Ecosyst. Environ. 2016, 232, 240–246. [CrossRef]

55. Cane, J.H.; Neff, J.L. Predicted Fates of Ground-Nesting Bees in Soil Heated by Wildfire: Thermal Tolerances of Life Stages and a
Survey of Nesting Depths. Biol. Conserv. 2011, 144, 2631–2636. [CrossRef]

56. Cane, J.H. Ground-Nesting Bees: The Neglected Pollinator Resource for Agriculture. Acta Hortic. 1997, 437, 309–324. [CrossRef]
57. Campbell, A.J.; Wilby, A.; Sutton, P.; Wäckers, F.L. Do Sown Flower Strips Boost Wild Pollinator Abundance and Pollination

Services in a Spring-Flowering Crop? A Case Study from UK Cider Apple Orchards. Agric. Ecosyst. Environ. 2017, 239, 20–29.
[CrossRef]

58. McKerchar, M.; Potts, S.G.; Fountain, M.T.; Garratt, M.P.D.; Westbury, D.B. The Potential for Wildflower Interventions to Enhance
Natural Enemies and Pollinators in Commercial Apple Orchards Is Limited by Other Management Practices. Agric. Ecosyst.
Environ. 2020, 301, 107034. [CrossRef]

59. Heller, S.; Joshi, N.K.; Leslie, T.; Rajotte, E.G.; Biddinger, D.J. Diversified Floral Resource Plantings Support Bee Communities
after Apple Bloom in Commercial Orchards. Sci. Rep. 2019, 9, 17232. [CrossRef] [PubMed]

60. Graham, J.R.; Willcox, E.; Ellis, J.D. The Potential Management of a Ground-Nesting, Solitary Bee: Anthophora abrupta (Hy-
menoptera: Apidae). Fla. Entomol. 2015, 98, 528–535. [CrossRef]

61. Willis Chan, D.S.; Prosser, R.S.; Rodríguez-Gil, J.L.; Raine, N.E. Assessment of Risk to Hoary Squash Bees (Peponapis pruinosa) and
Other Ground-Nesting Bees from Systemic Insecticides in Agricultural Soil. Sci. Rep. 2019, 9, 11870. [CrossRef] [PubMed]

62. Willis Chan, D.S.; Raine, N.E. Population Decline in a Ground-Nesting Solitary Squash Bee (Eucera pruinosa) Following Exposure
to a Neonicotinoid Insecticide Treated Crop (Cucurbita pepo). Sci. Rep. 2021, 11, 4241. [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.

https://doi.org/10.1242/jeb.109520
https://www.ncbi.nlm.nih.gov/pubmed/25063858
https://doi.org/10.1016/j.agee.2021.107423
https://doi.org/10.1007/s13592-020-00816-8
https://doi.org/10.1002/eap.2564
https://doi.org/10.1146/annurev-ento-120709-144802
https://doi.org/10.1016/j.agee.2016.08.002
https://doi.org/10.1016/j.biocon.2011.07.019
https://doi.org/10.17660/ActaHortic.1997.437.38
https://doi.org/10.1016/j.agee.2017.01.005
https://doi.org/10.1016/j.agee.2020.107034
https://doi.org/10.1038/s41598-019-52601-y
https://www.ncbi.nlm.nih.gov/pubmed/31754173
https://doi.org/10.1653/024.098.0220
https://doi.org/10.1038/s41598-019-47805-1
https://www.ncbi.nlm.nih.gov/pubmed/31413274
https://doi.org/10.1038/s41598-021-83341-7

	Introduction 
	Materials and Methods 
	Study Design 
	Nesting Habitat Treatment 
	Nest Density Assessments 
	Bee Identification 
	Soil and Vegetation 
	Statistics 

	Results 
	Where and When Do Ground-Nesting Bees Nest? 
	What Influences the Choice of Nest Site? 
	Which Bee Species Are Nesting in Apple Orchards? 
	How We Might Improve Habitat Management for Ground-Nesting Bees 

	Discussion 
	Where Do Ground-Nesting Bees Choose to Nest and What Influences the Species’ Choice of Nest Site? 
	How Might We Improve Habitat Management for Ground Nesting Bees? 

	Conclusions 
	References

