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Field crickets are extensively used as a model organism to study
female phonotactic walking behaviour, i.e. their attraction
to the male calling song. Laboratory-based phonotaxis
experiments generally rely on arena or trackball-based settings;
however, no attention has been paid to the effect of substrate
texture on the response. Here, we tested phonotaxis in
female Gryllus bimaculatus, walking on trackballs machined
from methyl-methacrylate foam with different cell sizes.
Surface height variations of the trackballs, due to the cellular
composition of the material, were measured with profilometry
and characterized as smooth, medium or rough, with
roughness amplitudes of 7.3, 16 and 180 µm. Female phonotaxis
was best on a rough and medium trackball surface, a smooth
surface resulted in a significant lower phonotactic response.
Claws of the cricket foot were crucial for effective walking.
Females insert their claws into the surface pores to allow
mechanical interlocking with the substrate texture and a high
degree of attachment, which cannot be established on smooth
surfaces. These findings provide insight to the biomechanical
basis of insect walking and may inform behavioural studies
that the surface texture on which walking insects are tested is
crucial for the resulting behavioural response.

1. Introduction
Arthropods are the most diverse group in the animal kingdom.
One of the reasons is that species evolved abilities to move
in different environments. Specialized structures on the tarsi
of an insect leg allow efficient locomotion on a variety of
substrates. Adhesive pads provide mechanical aids for walking
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on flat and slippery surfaces. Their function has been extensively studied in stick insects, cockroaches,
bush crickets and ants [1–5]. However, little is known about the efficiency and performance of locomotion
in ground-living insects, such as crickets, that are in constant contact with small particles such as sand
and soil; they lack adhesive pads and present instead mechanical structures such as tarsal spurs, spines
and claws [6].

The legs of field crickets are adapted to engage with the ground surface, when female crickets walk
over different substrates in order to reach a singing male. For more than 30 years, behavioural studies
of cricket phonotactic behaviour have been performed under laboratory conditions. Arena experiments
used sand [7–9], paper sheets [10] or plastic sheets [11] as substrate. Trackball systems [12–16] have
been used to analyse phonotactic responses and to infer the velocity and direction of the walking insect
from the movement of the trackball. Polystyrene [17,18], hollow styrofoam [14] and Rohacell [19,20] are
materials which have been used to build trackballs. Little or no detail is usually given regarding the
surface structure of the arenas or trackballs used [13,21,22]; however, we do not yet understand how the
surface texture could impact on insect walking. Here, we tested the phonotactic behaviour of female field
crickets (Gryllus bimaculatus) on a trackball system; when responding to an attractive male calling song, a
contact force experiment was also performed. We used three different trackball textures, in order to test
and measure the impact that different surfaces have on their behavioural performance.

2. Material and methods
2.1. Animals and trackball system
Female crickets G. bimaculatus were taken from a colony at the University of Cambridge and kept on
woodchips in 1.5 l plastic containers at 25–28°C with a 12 L : 12 D cycle. They were fed protein-rich diet
and water. After the final moult, a metal pin (32 mg; cricket 1.2 g) was attached vertically to the third
thoracic tergite. An open-loop trackball system was used for phonotaxis tests [19,20]; experiments were
run in the dark at a temperature of 25–28°C. A total of 25 responsive females were used between 7 and 24
days after the final moult; they were tethered on the thorax and placed on a trackball in natural walking
position.

2.2. Analysis of phonotactic walking behaviour and sound stimuli
Computer-generated calling songs were presented by two speakers (Neo 13s, Sinus live, Conrad
Electronics, Hirschau, Germany) in front of the cricket at a distance of 57 cm and at an angle of 45°
(figure 1a) to the left and right of the animal’s long axis. Sound intensities were 75 dB SPL relative to 10−5

Nm−2 at the position of the cricket [19,20]. The standard calling song sound pattern had a frequency
of 4.8 kHz, 75 dB SPL and 34 ms pulse period, and in one test was presented three times for 30 s from
the left and 30 s from the right side (figure 1b). The walking component towards the active speaker (i.e.
the lateral deviation) was measured from the trackball rotations and the overall deviation towards the
sound pattern was calculated for the duration of 1 min. Tests were performed inside a sound-proofed
chamber; each cricket was tested three to five times on each of the different trackballs, and hence the
lateral deviation was averaged. The lateral deviation is sufficient to measure phonotactic behaviour, the
animals do not rotate while they are walking. In addition, the translation velocity does not add a crucial
component to the characterization of phonotactic steering [19].

2.3. Measurements of force and claws
Contact force measurements between the trackball surface and the cricket feet were performed on 10
females with intact claws, and 10 females in which the claws were removed. Claws were carefully
removed by cutting them with precision scissors, the tarsi of the females were not damaged in the
process. A holder was attached with bees wax to the thorax at one end and to a calibrated strain gauge
at the other. Crickets were positioned on the different trackballs and a micromanipulator lowered the
trackball until the contact with the tarsi was lost (figure 2a; electronic supplementary material, Video
S2). The micromanipulator was manually lowered 2.3 cm in less than 1 s. The strain gauge recorded
the force required to overcome the contact between the tarsi and the trackball. It was calibrated with
a series of weights (1–14 g; electronic supplementary material, figure S1), providing a linear regression
(y = 45.72x + 14.97; R2 = 0.996). Ten trials were measured for each cricket and each trackball surface.
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The dimensions of female claws (N = 10; figure 3; electronic supplementary material, table D1) were

measured with a Leica DFC495 digital camera coupled to a Leica M125 stereomicroscope, controlled by
Leica Application Software (LAS) Ver. 3.8.0.

2.4. Trackball surfaces
Two types of Rohacell (Evonik, Rohacell, Germany) with different diameters of the methyl-methacrylate
foam cells (Rohacell 31 HF: 150 µm, Rohacell 31 IG-F: 800 µm) were used to machine the trackballs,
resulting in different surface pores (data as supplied by the manufacturer; figure 4; electronic
supplementary material, table E1). Rohacell is manufactured to industrial and military standards by
Evonik. All trackballs were sprayed with a matte black paint (Stove paint, flat black, Calfire Stove Bright)
as a dark surface is necessary for the optical sensor to detect the rotation of the trackball. This reduced the
pore size; the Rohacell 31 HF trackball with 150 µm cells was additionally sprayed with conductive black
paint (Graphite, conductive coating, Kontakt Chemie, Iffezheim, Germany), which covered the pores of
the 31HF material and generated a smooth surface. Given that the trackball floats in an airstream, the
roughness of the surface remains stable; there is no wear and tear during the experiments.

All trackballs had a diameter of 5.6 cm, and a weight of 3.7 g, 3.3 g and 5.0 g for the smooth, medium
and rough trackballs, respectively (electronic supplementary material, table E1). Control experiments
were performed to determine whether the weight had an effect on the walking of the females (electronic
supplementary material, table F1, F2 and Boxplot 1).

2.5. Profilometry measurements
Profilometry measurements were used to characterize the different trackball surfaces to obtain a surface
height profile describing the width and depth of pores, i.e. the Rq roughness. The mean Rq roughness is
a measure of the height variation in the sample, calculated as the RMS height averaged over the given
area. An Olympus BX51 optical microscope with 5× objective was used to measure z-stack images of the
trackballs. Montage images of the surfaces (figure 4) were constructed within Olympus LAS software by
merging the image stacks. Height maps of the trackball surfaces were calculated from the image stacks
using bespoke MATLAB software, following the shape-from-focus technique [23]. The method selects,
for a given pixel in the image, the image from a z-stack which has the best degree of focus, to give
the height maps (figure 4c). The curvature on the ball was subtracted from the profile in the roughness
analysis by first approximating the long-wavelength profile in the imaged area using a fitted fourth-
order polynomial surface, and then subtracting this from the original data to retain only the shorter
wavelengths appropriate to the scale of the contact with the insect. The Rq roughness for each of the
imaged areas of size 2370 × 1780 µm was then evaluated on the roughness profile after subtracting this
long-wavelength waviness, and the means of five such measurements per trackball were calculated.

2.6. Video recordings
Videos of cricket phonotactic walking on the three trackball surfaces were recorded with an Olympus
TG4 camera (electronic supplementary material, Videos S1 and S2).

2.7. Statistical analysis
Data were analysed in R software (Ver. 3.2.2). We used Wilcoxon signed-rank test to quantify whether
trackball texture had an impact on the phonotactic walking response, and to compare the contact force
measurements. These Wilcoxon signed-rank tests were used given that the data were not normally
distributed. We used a two-sided t-test to compare the roughness data for the three surfaces. A t-test was
used because we were comparing whether one set of roughness data is bigger or smaller than another.

3. Results
During phonotactic tests, we had noticed that the behaviour of female G. bimaculatus varied on different
trackballs. We subsequently measured systematically their response when walking on three trackballs,
each having a different surface texture.
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Figure 1. Female phonotactic steering on three different trackball surfaces. (a) Cricket on a trackball with speakers located to the left
and right at 45°. (b) Exemplary phonotactic response for the smooth (blue), medium (green) and rough (purple) trackball surfaces.
A male calling song (frequency of 4.8 kHz, 75 dB SPL and 34 ms pulse period) is repeatedly presented for 30 s from the left and right
side, as indicated by the black rectangles, including a 10 s gap to avoid a carry-on effect. Phonotaxis is demonstrated by steering of the
female towards the left (L, upwards), and then to the right (R, downwards) as the active speaker changes. (c) Mean phonotactic response
of n= 25 female crickets walking on different trackball surfaces, including Wilcoxon signed-rank analysis, indicating the behavioural
responses on each trackball.
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3.1. Analysis of phonotactic walking behaviour
When placed on a trackball and exposed to the male calling song, female crickets will walk towards the
active speaker (figure 1). The phonotactic orientation to the active speaker is represented in the triangle-
like lines giving the lateral deviation of the walking female (figure 1b). The rectangles represent the
sound stimuli from the left and right. When the left speaker is active the cricket walks towards the left,
and vice versa. On a smooth surface the crickets slide their feet on the trackball to obtain a mechanical
contact point for the claws and the stepping pattern becomes very irregular; the phonotactic response
was only 6.7 ± 1.2 cm min−1 and significantly lower than the other responses (***p < 0.001; figure 1c;
electronic supplementary material, tables A1 and A2). On the medium and rough surfaces, the claws
can be interlocked with the substrate allowing friction. When the leg touches the trackball at the end
of the swing phase it interlocks with the trackball surface, and the subsequent stance phase allows
pushing the body forward for locomotion. On the medium texture, crickets walked 36.6 ± 2.0 cm min−1,
significantly faster than on the smooth texture. On the rough trackball, the crickets’ walk was fast and
constant, presenting the highest phonotactic response with 43.9 ± 9.4 cm min−1 (figure 1c; electronic
supplementary material, tables A1 and A2). In conclusion, a smooth surface prevents crickets from
walking properly, resulting in a weak phonotactic response, but on a medium or rough surface texture
females showed a robust phonotactic response (electronic supplementary material, Video S1). Despite
the rough trackball being the heaviest, the phonotactic response was larger than with the medium and
smooth trackballs. Control experiments demonstrated that the weight difference between 3 g and 5 g
trackballs does not significantly affect walking of the females (electronic supplementary material, table
F1, F2 and Boxplot 1).

3.2. Claws and contact force measurements
We subsequently conducted contact force measurements between the crickets’ feet and the trackball
surfaces in order to understand the differences in walking behaviour. Females were tethered at the
thorax to a strain gauge (figure 2a) and positioned on a trackball. While the insects were standing on
the trackball the force to overcome the contact between legs and trackball surface was measured by
moving the trackball away from the animal until the female could no longer hold on to the surface (see
Material and methods).

On the smooth trackball, which lacked pores, the contact force (2.4 ± 0.1 mN) was significantly lower
(***p < 0.001; figure 2b; electronic supplementary material, tables B1 and B2, Video S2) when compared
with the forces generated on the medium and the rough trackball surfaces. On the rough and medium
textures, with abundance of pores, the claws could be locked into the surface to grasp the trackball.
The contact force generated on the medium surface was 12.2 ± 0.4 mN and on the rough surface was
23.9 ± 0.7 mN (figure 2b); these values were significantly different (***p < 0.001; figure 2b; electronic
supplementary material, tables B1 and B2, Video S2).

Insect tarsi and claws have a major role in walking [24]. Cricket claws are positioned at the front of
the tarsi and are arranged in a pair (figure 3). As claws interlock with the substrate, we measured their
physical dimensions in order to compare the size of the claws with the surface texture of the trackballs.
The pores of the rough and medium surfaces are similar in size to the claw tips of the crickets (figure 4c;
electronic supplementary material, tables D1 and E1). The claws have a pointed hook-like structure, and
the average diameter of the claw tip (figure 3c) of the front, middle and hind leg was 11.7 ± 0.4, 12.0 ± 0.3
and 11.9 ± 0.3 µm, respectively. The distance between the claws, i.e. the inter-claw space (figure 3b), of
the front, middle and hind leg was 730.5 ± 13.6, 770.5 ± 15.2 and 804.6 ± 11.8 µm, respectively. Overall,
the inter-claw distance was slightly larger on the hind claws. The average size of the claw inner length
(figure 3c) of the front, middle and hind leg was 589.7 ± 9.5, 602.2 ± 21.6 and 760.0 ± 1.9 µm, respectively,
the claw inner length being slightly larger on the hind claws. The average diameter of the base claw
(figure 3c) of the front, middle and hind leg was 267.1 ± 6.0, 256.7 ± 2.7 and 278.8 ± 2.9 µm, respectively.

In order to understand the role of the claws when generating contact force, we removed the claws
in 10 females, but otherwise the tarsi remained intact. The contact force in clawless crickets decreased
significantly to 1.2 ± 0.1 N, even on the rough trackball (***p < 0.001; figure 2b; electronic supplementary
material, tables B1 and B2), and was similar to the force of an intact cricket on the smooth trackball
(p < 0.16; figure 2b; electronic supplementary material, tables B1 and B2). Intact crickets generated the
strongest contact on the rough (23.9 ± 0.7 N) and medium (12.2 ± 0.4 N) trackball textures. The weakest
contact was generated on the smooth trackball texture (2.4 ± 0.1 N) by intact crickets and on any surface
by crickets with the claws removed.
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Figure 2. Contact force measurements of female crickets standing on different trackballs. (a) Crickets were attached to a strain gauge,
while the trackball was lowered until the animals lost contact with the surface. (b) Contact forces between the cricket feet and the
trackball on the smooth, medium and rough trackball surfaces and Wilcoxon signed-rank test of the contact forces, with crickets with
intact claws and crickets without claws.
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Figure 3. Cricket leg structure. (a) Image of a cricket leg. (b) Frontal view of the claws, indicating the measured inter-claw distance. (c)
Lateral view of the frontal claws, indicating the measurements obtained (n= 10): claw base, claw tip and inner claw length.

3.3. Profilometry measurements
Profilometry measurements of the trackballs provide a characterization of the surface roughness and
the depth of the pores (figure 4). The mean amplitudes of the Rq roughness for the smooth, medium
and rough surfaces were 7.3, 16 and 180 µm, respectively, with t-tests showing significant differences
between these values (p < 0.001; electronic supplementary material, tables E1 and E2). Thus, the rough
surface had the largest and deepest pores as expected, whereas the smooth surface had a medium surface
with hardly any pores (figure 4b). In order to compare the size of the claw tip diameter to the roughness
of the three textures, a trackball surface height profile was generated and combined with a proportionate
sized claw to demonstrate the interlocking capabilities (figure 4c). On the rough surface, the pore depth
allows the claw a proper interlock with the substrate. On the medium surface, the pore depth allows a
reduced contact force with the substrate. Finally, the smooth surface does not offer pores that allow a
proper contact between the claw tip and the trackball surface and therefore does not allow generation of
a proper contact force (figure 4c).

4. Discussion
Leg structures in insect species have evolved as an adaptation of locomotion on specific substrates
[25]; claws, medium adhesive pads, hairy adhesive pads and multi-jointed legs are some adaptations
in walking insects [2,4,26–28]. In female crickets, G. bimaculatus, we found that the surface structure is
crucial for the phonotactic walking response.
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Figure 4. Profilometer measurements of the rough, medium and smooth trackballs. (a) Montage images of the surfaces. The white
dotted line indicates the transect that was used for a depth profile of the surface. (b) Depth profile of the three trackball surfaces. The
colour scale given at the right relates to the surface texture, with red corresponding to peaks and blue to troughs. Note a different colour
scale is used for the medium and smooth trackball to allow a better colour coding of the texture. (c) The dark-grey line indicates the
height profile of the surface for the given transect. A claw tip is presented at the same scale in order to allow comparison with the height
profile.

4.1. Cricket leg adaptations
Substrate texture plays a key role in insect walking and in friction force generation [24]. Insects such as
beetles [24] and crickets are adapted to walk on a rough substrate. Unlike other insects, which present
medium or hairy attachment pads, adapted to climb vertically and to walk on slippery surfaces [27,29,30],
the feet of ground-living insects are composed of movable claws, tarsal spurs and spines [6], which can
be adapted in position to the substrate conditions.

The tarsi of crickets lack specialized adhesive pads, thus crickets are not efficient at walking on
slippery surfaces. On a smooth surface, the stepping cycle becomes irregular as the crickets slide their feet
on the trackball to obtain a mechanical contact point for the claws; the structure of the claw is important
for this mechanical contact. On the rough surface, the claws can be interlocked with the substrate, because
the claws can be inserted in the pores of the rough texture, which allows them to generate a high contact
force. The subsequent stance phase pushes the body forward for locomotion. Claw interlock on a rough
surface is also crucial for the jump of house crickets (Acheta domesticus); the longest jumps occurred
with a higher friction, i.e. when the average particle diameter of the substrate was similar in size to
the insect’s claw diameter [31]. Finally, when the experiments were performed we only had the heavy
rough trackball available. Owing to the difference in weight we later ran control experiments with a
light-weight rough material to determine if weight had an effect on the walking behaviour. The control
experiments (electronic supplementary material, tables F1, F2 and Boxplot 1) show that within the range
tested weight did not have a significant effect on phonotactic steering. However, the surface texture
always did affect significantly the walking response of the females. In addition, previous studies have
used lighter and heavier trackballs to measure cricket walking responses: 12 cm diameter, 2.8 g [32]; 10 cm
diameter, 12.8 g [33]; 8 cm diameter, weight not specified [34]. This demonstrates that crickets can walk
on trackballs with different weights.
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4.2. Contact force measurements
In the ground-living beetle, Pachnoda marginata [24], the relationship between the dimension of the claw
tip and the substrate texture is crucial for grasping onto rough substrates [24]. Claws provide an anchor
point for engagement of the foot so that the leg muscles can generate the force to move the insect across
the ground. The ability of the claw tip to engage with the surface of the trackballs depends on the surface
texture.

In our contact force experiment, the pore size of the rough and medium trackballs allowed proper
interlock between the claw and the surface (figure 4c), whereas the smooth trackball presented less
opportunity for the claws to engage or produce contact force and the very few pores available were
smaller than the claw tip (electronic supplementary material, tables B1 and D1). This conclusion is based
on scaling of the claw size and surface roughness, and is supported by the electronic supplementary
material, Videos S1 and S2. In the case of P. marginata also, when the roughness of the surface was
larger than the diameter of the claw tip, the beetle could grasp surface irregularities, and generate a high
friction mechanical contact due to mechanical interlocking with the substrate texture. On the other hand,
when the substrate presented pores of lower roughness amplitude compared with the claw tip diameter,
the claws did not establish effective mechanical contact with the substrate, and as a consequence the
beetle claws slipped over the surface. In our experiments, female crickets generated high contact forces
on the rough surface. The large and relatively deep pores on rough trackballs (mean Rq roughness of
110 µm; electronic supplementary material, table E1) allowed the claw tip (mean 11.7 µm; electronic
supplementary material, table D1) to attach through mechanical interlocking to the substrate, similar
to the beetle example. In contrast, on the smooth surface the contact force was weak, because the claws
could not be inserted into pores of the trackballs (mean Rq roughness of 5.3 µm; electronic supplementary
material, table E1).

Removing the claws of an insect will change their walking and substrate attachment performance [27].
Crickets without claws do not walk as fast as intact crickets. Removal of the claws in the beetle
Gastrophysa viridula led to a significant reduction in contact force when the insect was walking on rough
substrates [27], even though the beetle presents hairy attachment pads. Thus, tarsal claws appear to be
the essential functional structure for walking in ground-living insects.

5. Conclusion
In conclusion, the surface texture is a crucial parameter when testing walking responses of any animal
that uses claws for walking or climbing, such as primates [35], birds [36] and the African clawed
frog [37]. This is especially important for behavioural experiments of insects of any kind, including
arena and trackball experiments [19,20,38–40], and needs to be considered in order to allow reliable
comparisons between studies. For proper walking responses, crickets and probably other ground-living
insects, which lack adhesive pads, need a rough surface to establish efficient anchor points for their claws.
For phonotactic experiments, the surface texture of the trackball or of the arena needs consideration and
should allow insertion of the tarsal claws for the generation of sufficient contact force. Finally, this study
may provide information for engineers seeking to design agile legged insect-like robots [25,41,42] by
understanding the conditions of insect locomotion on the ground.

Ethics. All experiments complied with the guidelines for the treatment of animals in behavioural research and teaching.
Research involving crickets of the species Gryllus bimaculatus does not require ethical statement. Crickets are carefully
bred on our laboratory colonies, with a high protein diet.
Data accessibility. Data are provided in the electronic supplementary material.
Authors’ contributions. B.H. conceived the experiments, E.J.S.P conducted the experiments, and analysed the results, and
M.P.F.S. conducted the profilometer measurements. All authors gave final approval for publication.
Competing interests. We have no competing interests.
Funding. This study is supported by a Mexican CONACyT Cambridge Trust Scholarship to E.J.S.P., Newnham College,
the Royal Entomological Society, the Philosophical Society and the Department of Zoology. The equipment used was
funded by a BBSRC grant to B.H.
Acknowledgements. We are grateful to Tony Wilkinson for advice on statistical analysis, to Javier Ortega-Hernandez and
Matt Ewen for feedback on the manuscript; to Athanasios Ntelezos for guidance on the microscope measurements;
Leonie Remm provided the cricket leg photograph. We thank Evonik Industries, Darmstadt, Germany for samples of
the Rohacell material. We are also grateful for the valuable feedback from our reviewers at Open Science.



9

rsos.royalsocietypublishing.org
R.Soc.opensci.5:172334

................................................
References
1. Federle W, Brainerd EL, McMahon TA, Hölldobler B.

2001 Biomechanics of the movable pretarsal
adhesive organ in ants and bees. Proc. Natl Acad. Sci.
USA 98, 6215–6220. (doi:10.1073/pnas.111139298)

2. Federle W, Riehle M, Curtis ASG, Full RJ. 2002 An
integrative study of insect adhesion: mechanics and
wet adhesion of pretarsal pads in ants. Integr. Comp.
Biol. 42, 1100–1106. (doi:10.1093/icb/42.6.1100)

3. Bullock JMR, Drechsler P, Federle W. 2008
Comparison of medium and hairy attachment pads
in insects: friction, adhesion and mechanisms for
direction-dependence. J. Exp. Biol. 211, 3333–3343.
(doi:10.1242/jeb.020941)

4. Clemente CJ, Federle W. 2008 Pushing versus
pulling: division of labour between tarsal
attachment pads in cockroaches. Proc. R. Soc. B 275,
1329–1336. (doi:10.1098/rspb.2007.1660)

5. Jiao Y, Gorb S, Scherge M. 2000 Adhesion measured
on the attachment pads of Tettigonia viridissima
(Orthoptera, insecta). J. Exp. Biol. 203, 1887–1895.
(doi:10.1098/rsif.2007.1171)

6. Hamada Y, Bando T, Nakamura T, Ishimaru Y, Mito
T, Noji S, Tomioka K, Ohuchi H. 2015 Leg
regeneration is epigenetically regulated by histone
H3K27 methylation in the cricket Gryllus
bimaculatus. Development 142, 2916–2927.
(doi:10.1242/dev.122598)

7. Stout JF, DeHaan CH, McGhee RW. 1983
Attractiveness of the male Acheta domesticus
calling song to females - I. Dependence on each of
the calling song features. J. Comp. Physiol. A 153,
509–521. (doi:10.1007/BF00612605)

8. Murphey RK, Zaretsky MD. 1972 Orientation to
calling song by female crickets, Scapsipedus
marginatus (Gryllidae). J. Exp. Biol. 56, 335–352.

9. Simmons LW. 1988 Male size, mating potential and
lifetime reproductive success in the field cricket,
Gryllus bimaculatus (De Geer). Anim. Behav. 36,
372–379. (doi:10.1016/S0003-3472(88)80
008-3)

10. Vélez MJ, Jane Brockmann H. 2006 Seasonal
variation in female response to male calling song in
the field cricket, Gryllus rubens. Ethology 112,
1041–1049. (doi:10.1111/j.1439-0310.2006.
01262.x)

11. Rantala MJ, Kortet R. 2003 Courtship song and
immune function in the field cricket Gryllus
bimaculatus. Biol. J. Linn. Soc. 79, 503–510.
(doi:10.1046/j.1095-8312.2003.00202.x)

12. Schmitz B, Scharstein H, Wendler G. 1982
Phonotaxis in Gryllus campestris L. (Orthoptera,
Gryllidae) - I. Mechanism of acoustic orientation in
intact female crickets. J. Comp. Physiol. A 148,
431–444. (doi:10.1007/BF00619782)

13. Weber T, Thorson J, Huber F. 1981 Auditory behavior
of the cricket I. Dynamics of compensated walking
and discrimination paradigms on the Kramer
Treadmill. J. Comp. Physiol. A 141, 215–232.
(doi:10.1007/BF00611992)

14. Böhm H, Schildberger K, Huber F. 1991 Visual and
acoustic course control in the cricket Gryllus
bimaculatus. J. Exp. Biol. 159, 235–248.

15. Stabel J, Wendler G, Scharstein H. 1989 Cricket
phonotaxis: localization depends on recognition of
the calling song pattern. J. Comp. Physiol. A 165,
165–177. (doi:10.1007/BF00619191)

16. Witney AG, Hedwig B. 2011 Kinematics of
phonotactic steering in the walking cricket Gryllus
bimaculatus (de Geer). J. Exp. Biol. 214, 69–79.
(doi:10.1242/jeb.044800)

17. Schmitz B. 1985 Phonotaxis in Gryllus campestris L.
(Orthoptera, Gryllidae). J. Comp. Physiol. A 156,
165–180. (doi:10.1007/BF00611190)

18. Loher W, Weber T, Rembold H, Huber F. 1992
Persistence of phonotaxis in females of four species
of crickets following allatectomy. J. Comp. Physiol. A
171, 325–341. (doi:10.1007/BF00223963)

19. Hedwig B, Poulet JFA. 2005 Mechanisms underlying
phonotactic steering in the cricket Gryllus
bimaculatus revealed with a fast trackball system.
J. Exp. Biol. 208, 915–927. (doi:10.1242/jeb.01452)

20. Hedwig B, Poulet JFA. 2004 Complex auditory
behaviour emerges from simple reactive steering.
Nature 430, 781–785. (doi:10.1038/nature02787)

21. Pacheco K, Dawson JW, Jutting M, Bertram SM. 2013
How age influences phonotaxis in virgin female
Jamaican field crickets (Gryllus assimilis). PeerJ 1,
e130. (doi:10.7717/peerj.130)

22. Verburgt L, Ferguson JWH, Weber T. 2008
Phonotactic response of female crickets on the
Kramer treadmill: methodology, sensory and
behavioural implications. J. Comp. Physiol. A.
Neuroethol. Sens. Neural. Behav. Physiol. 194, 79–96.
(doi:10.1007/s00359-007-0292-0)

23. Pertuz S, Puig D, Garcia MA. 2013 Analysis of focus
measure operators for shape-from-focus. Pattern
Recognit. 46, 1415–1432. (doi:10.1016/j.patcog.
2012.11.011)

24. Dai Z, Gorb SN, Schwarz U. 2002 Roughness-
dependent friction force of the tarsal claw system in
the beetle Pachnoda marginata (Coleoptera,
Scarabaeidae). J. Exp. Biol. 205, 2479–2488.

25. Ritzmann RE, Quinn RD, Fischer MS. 2004
Convergent evolution and locomotion through
complex terrain by insects, vertebrates and robots.
Arthropod. Struct. Dev. 33, 361–379. (doi:10.1016/
j.asd.2004.05.001)

26. Gorb SN et al. 2002 Structural design and
biomechanics of friction-based releasable
attachment devices in insects. Integr. Comp. Biol. 42,
1127–1139. (doi:10.1093/icb/42.6.1127)

27. Bullock JMR, Federle W. 2011 The effect of surface
roughness on claw and adhesive hair performance
in the dock beetle Gastrophysa viridula. Insect Sci.
18, 298–304. (doi:10.1111/j.1744-7917.2010.01369.x)

28. Ritzmann RE, Büschges A. 2007 Adaptive motor
behavior in insects. Curr. Opin. Neurobiol. 17,
629–636. (doi:10.1016/j.conb.2008.01.001)

29. Federle W, Endlein T. 2004 Locomotion and
adhesion: dynamic control of adhesive surface
contact in ants. Arthropod. Struct. Dev. 33, 67–75.
(doi:10.1016/j.asd.2003.11.001)

30. Grohmann C, Henze MJ, Nørgaard T, Gorb SN. 2015
Two functional types of attachment pads on a single
foot in the Namibia bush cricket Acanthoproctus
diadematus (Orthoptera: Tettigoniidae). Proc. R. Soc.
B 282, 20142976. (doi:10.1098/rspb.2014.2976)

31. Lepore E, Chappoz C, Monetta DC, Pugno N. 2013
Surface roughness, claw size and leg elasticity
influences on the jumping of Acheta domesticus
crickets. Compos. Struct. 100, 609–616.
(doi:10.1016/j.compstruct.2012.09.045)

32. Gras H, Hörner M. 1992 Wind-evoked escape
running of the cricket Gryllus bimaculatus: I.
Behavioural analysis. J. Exp. Biol. 171,
189–214.

33. Doherty JA., Pires A. 1987 A newmicrocomputer-
based method for measuring walking phonotaxis in
field crickets (Gryllidae). J. Evol. Biol. 130,
425–432.

34. Brunner D, Labhart T. 1987 Behavioral evidence for
polarization vision in crickets. Experientia 41, 1221.

35. Garber P. 1980 Locomotor behavior and feeding
ecology of the panamanian tamarin (Saguinus
oedipus geoffroyi, Callitrichidae, Primates). Int. J.
Primatol. 1, 185–201. (doi:10.1007/BF02735597)

36. Pike AVL, Maitland DP. 2004 Scaling of bird claws.
J. Zool. 262, 73–81. (doi:10.1017/S095283690
3004382)

37. Blackstone NW. 2006 Charles Manning Child
(1869–1954): the past, present, and future of
metabolic signaling. J. Exp. Zool. B. Mol. Dev. Evol.
306, 1–7. (doi:10.1002/jez.b)

38. Takalo J, Piironen A, Honkanen A, Lempeä M, Aikio
M, Tuukkanen T., Vähäsöyrinki M. 2012 A fast and
flexible panoramic virtual reality system for
behavioural and electrophysiological experiments.
Sci. Rep. 2, 1–9. (doi:10.1038/srep00324)

39. Taylor GJ, Paulk AC, Pearson TWJ, Moore RJD, Stacey
JA, Ball D, van Swinderen B, Srinivasan MV. 2015
Insects modify their behaviour depending on the
feedback sensor used when walking on a trackball
in virtual reality. J. Exp. Biol. 218, 3118–3127.
(doi:10.1242/jeb.125617)

40. Hartbauer M, Kruger TB, Stieglitz T. 2012
Possibilities offered by implantable miniaturized
cuff-electrodes for insect neurophysiology.
Neurocomputing 84, 3–12. (doi:10.1016/j.neucom.
2011.12.018)

41. Ritzmann RE, Quinn RD, Watson JT, Zill SN. 2000
Insect walking and biorobotics: a relationship with
mutual benefits. Bioscience 50, 23. (doi:10.1641/
0006-3568(2000)050[0023:IWABAR]2.3.CO;2)

42. Voigt D, Karguth A, Gorb S. 2012 Shoe soles for the
gripping robot: searching for polymer-based
materials maximising friction. Rob. Auton. Syst. 60,
1046–1055. (doi:10.1016/j.robot.2012.05.012)

http://dx.doi.org/10.1073/pnas.111139298
http://dx.doi.org/10.1093/icb/42.6.1100
http://dx.doi.org/10.1242/jeb.020941
http://dx.doi.org/10.1098/rspb.2007.1660
http://dx.doi.org/10.1098/rsif.2007.1171
http://dx.doi.org/10.1242/dev.122598
http://dx.doi.org/10.1007/BF00612605
http://dx.doi.org/10.1016/S0003-3472(88)80008-3
http://dx.doi.org/10.1016/S0003-3472(88)80008-3
http://dx.doi.org/10.1111/j.1439-0310.2006.01262.x
http://dx.doi.org/10.1111/j.1439-0310.2006.01262.x
http://dx.doi.org/10.1046/j.1095-8312.2003.00202.x
http://dx.doi.org/10.1007/BF00619782
http://dx.doi.org/10.1007/BF00611992
http://dx.doi.org/10.1007/BF00619191
http://dx.doi.org/10.1242/jeb.044800
http://dx.doi.org/10.1007/BF00611190
http://dx.doi.org/10.1007/BF00223963
http://dx.doi.org/10.1242/jeb.01452
http://dx.doi.org/10.1038/nature02787
http://dx.doi.org/10.7717/peerj.130
http://dx.doi.org/10.1007/s00359-007-0292-0
http://dx.doi.org/10.1016/j.patcog.2012.11.011
http://dx.doi.org/10.1016/j.patcog.2012.11.011
http://dx.doi.org/10.1016/j.asd.2004.05.001
http://dx.doi.org/10.1016/j.asd.2004.05.001
http://dx.doi.org/10.1093/icb/42.6.1127
http://dx.doi.org/10.1111/j.1744-7917.2010.01369.x
http://dx.doi.org/10.1016/j.conb.2008.01.001
http://dx.doi.org/10.1016/j.asd.2003.11.001
http://dx.doi.org/10.1098/rspb.2014.2976
http://dx.doi.org/10.1016/j.compstruct.2012.09.045
http://dx.doi.org/10.1007/BF02735597
http://dx.doi.org/10.1017/S0952836903004382
http://dx.doi.org/10.1017/S0952836903004382
http://dx.doi.org/10.1002/jez.b
http://dx.doi.org/10.1038/srep00324
http://dx.doi.org/10.1242/jeb.125617
http://dx.doi.org/10.1016/j.neucom.2011.12.018
http://dx.doi.org/10.1016/j.neucom.2011.12.018
http://dx.doi.org/10.1641/0006-3568(2000)050[0023:IWABAR]2.3.CO;2
http://dx.doi.org/10.1641/0006-3568(2000)050[0023:IWABAR]2.3.CO;2
http://dx.doi.org/10.1016/j.robot.2012.05.012

	Introduction
	Material and methods
	Animals and trackball system
	Analysis of phonotactic walking behaviour and sound stimuli
	Measurements of force and claws
	Trackball surfaces
	Profilometry measurements
	Video recordings
	Statistical analysis

	Results
	Analysis of phonotactic walking behaviour
	Claws and contact force measurements
	Profilometry measurements

	Discussion
	Cricket leg adaptations
	Contact force measurements

	Conclusion
	References

