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Rhythms are an essential characteristic of our lives, and auditory-motor coupling affects
a variety of behaviors. Previous research has shown that the neural regions associated
with motor system processing are coupled to perceptual rhythmic and melodic processing
such that the perception of rhythmic stimuli can entrain motor system responses.
However, the degree to which individual preference modulates the motor system is
unknown. Recent work has shown that passively listening to metrically strong rhythms
increases corticospinal excitability, as indicated by transcranial magnetic stimulation (TMS).
Furthermore, this effect is modulated by high-groove music, or music that inspires
movement, while neuroimaging evidence suggests that premotor activity increases
with tempos occurring within a preferred tempo (PT) category. PT refers to the rate
of a hypothetical endogenous oscillator that may be indicated by spontaneous motor
tempo (SMT) and preferred perceptual tempo (PPT) measurements. The present study
investigated whether listening to a rhythm at an individual’s PT preferentially modulates
motor system excitability. SMT was obtained in human participants through a tapping
task in which subjects were asked to tap a response key at their most comfortable
rate. Subjects listened a 10-beat tone sequence at 11 log-spaced tempos and rated their
preference for each (PPT). We found that SMT and PPT measurements were correlated,
indicating that preferred and produced tempos occurred at a similar rate. Crucially,
single-pulse TMS delivered to left M1 during PPT judgments revealed that corticospinal
excitability, measured by motor-evoked potentials (MEPs), was modulated by tempos
traveling closer to individual PT. However, the specific nature of this modulation differed
across individuals, with some exhibiting an increase in excitability around PT and others
exhibiting a decrease. These findings suggest that auditory-motor coupling induced by
rhythms is preferentially modulated by rhythms occurring at a preferred rate, and that
individual differences can alter the nature of this coupling.
Keywords: transcranial magnetic stimulation, rhythm perception, tempo and timing, corticospinal excitability,
individual differences

INTRODUCTION
Rhythm and time play an essential role in many of the behaviors
we engage in every day. This is especially apparent in behaviors
that require coordination between movements and auditory stimuli, such as playing an instrument, dancing, or simply talking in
turn during conversation (McAuley et al., 2006; Zatorre et al.,
2007). Evidence for a privileged link between auditory and motor
systems exists in many forms: the ability to tap along with a beat
appears to be universal among humans (Nettl, 2000); musical
rhythms aid movement and coordination among Parkinson’s
and stroke patients (McIntosh et al., 1997; Thaut et al., 1997;
Rodriguez-Fornells et al., 2012; Nombela et al., 2013), and the
emotional salience or “groove” rating of a musical excerpt can
influence motor system excitability (Kornysheva et al., 2010;
Giovanelli et al., 2013; Stupacher et al., 2013). However, the
degree to which individual preferences influence audiomotor
linkages remains relatively unexplored. Recent results from both
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functional Magnetic Resonance Imaging (fMRI) and transcranial
magnetic stimulation (TMS) studies identify metrical saliency,
or the strength of the underlying beat, as driving increases
in neural activation and excitability in motor areas (Zatorre
et al., 2007; Cameron et al., 2012), and additional fMRI evidence demonstrates that increases in ventral premotor cortex
activation are associated with individual preference for slow vs.
fast tempos (Kornysheva et al., 2010). In order to further our
understanding of how the motor system responds to individual
differences in the perception and preference of rhythmic auditory
stimuli, the present study examined changes in motor system
excitability while subjects listened to an individually preferred
tempo (PT).
Specific properties of auditory stimuli have been shown to
modulate neural response (Zatorre et al., 2007; Chen et al.,
2008a; Bengtsson et al., 2009; Kornysheva et al., 2010; Giovanelli
et al., 2013); for example, Kornysheva et al. (2010) demonstrated
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that tempo is one such property. The authors conducted an
fMRI experiment in which subjects were presented with a range
of auditory sequences that consisted of five properties (tempo,
measure, beat subdivision, rhythmic figure, and timbre) that
were orthogonally varied on two or three levels (i.e., fast vs.
slow tempo). In a forced-choice paradigm, subjects were asked
to make either an aesthetic judgment (“beautiful?”) or a tempo
judgment (“fast?”); before fMRI analysis, a linear regression
model was used to group subjects according to the most significant predictors of variance (tempo and timbre) such that
each subject could be classified as having a tempo preference
(“fast” vs. “slow”) and a timbre preference (“rock” vs. “bongo”).
During the aesthetic judgment task, BOLD activity in left ventral
premotor cortex (PMv) increased when subjects heard sequences
at a PT. In addition, the magnitude of the activity increase
was correlated with the strength of the subjects’ preference for
that tempo category. A follow-up TMS study using the same
rhythmic stimuli expanded these results by showing that not
only is PMv activity correlated with hearing a PT category, but
inhibitory repetitive TMS over PMv temporarily reduces tempo
preference strength and stability as measured through behavioral
ratings (Kornysheva et al., 2011). These findings demonstrate
that hearing a PT category preferentially influences motor system activity and that PMv is involved in assigning this tempo
preference.
What drives this effect of tempo preference? In an effort to
further understand how the motor system may be influenced by
auditory tempos, the present study examined whether an individually preferred beat rate could preferentially modulate motor
response when compared to similar beat rates. As discussed by
Large and Jones (1999) and McAuley et al. (2006), an individually
preferred beat rate, or PT, arises from dynamic attending theory
and refers to the rate of a putative endogenous oscillator. In
order to attend to an event, attention must be allocated both to
the correct space and to the correct instant in time (McAuley
et al., 2006). Large and Jones (1999) describe how the ability
to attend to external events in time may arise from internal
“attending rhythms” that are “capable of entraining to external
events and targeting attentional energy to expected points in
time”. If attention flows from an endogenous rhythmic oscillator in this manner, then predictable periodic events should be
processed more efficiently because attention can be more easily
applied to them. A recent event-related potential (ERP) study
supports this assertion and demonstrates that dynamic attending
theory has implications for auditory-motor coupling: ERP results
showed that encoding of auditory sequences was stronger when
stimuli were synchronized with the subject’s motor movements
(Schmidt-Kassow et al., 2013). McAuley et al. (2006) also discuss
the concept of rhythmic attending and its reliance on an internal
oscillator. Here, the oscillator rate is thought to contribute to an
individualized preference for beat rate. In this paradigm, the rate
of the intrinsic oscillator, or an individual’s PT can theoretically
be indexed through performance on both motor and perceptual
tasks. Because this oscillator is thought to be a central mechanism,
the tempo produced during an unguided isochronous tapping
task, referred to as spontaneous motor tempo (SMT), should
be highly correlated with PT in a passive listening task, referred
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to as preferred perceptual tempo (PPT). Behavioral measures
collected from 305 participants ranging in age from 4 to 95 years
demonstrated that SMT and PPT were indeed strongly correlated,
and furthermore, individual PT slows throughout the lifespan
(McAuley et al., 2006), suggesting that individual differences in
PT may contribute to tempo preference effects on motor system
excitability.
The investigation of PT on motor system response is best
understood within the context of auditory-motor coupling, or
the idea that the auditory and motor systems are preferentially
linked, such that auditory stimuli can prime the motor system to respond. As mentioned above, fMRI investigations have
provided correlational evidence of this audio-motor link. In a
study by Chen et al. (2006), subjects were asked to tap along
with six different isochronous tone sequences, each with a varying degree of metrical saliency. Results showed that as metrical
strength increased, subjects showed greater blood-oxygenationlevel dependent (BOLD) activation in superior temporal gyrus
and dorsal premotor cortex, as well as an increase in the functional
connectivity between these two regions. Similarly, a previous
TMS study investigated the modulatory effect of single-pulse
TMS delivered on and off the beat during both metrically strong
and metrically weak tone sequences (Cameron et al., 2012).
The high temporal resolution of online TMS pulses presents a
useful method for measuring motor system excitability at specific points in time. Pairing TMS pulses with electromyography
(EMG) readings allows for the measurement of motor-evoked
potentials (MEPs), which have been shown to reflect activity in
other motor regions like premotor and supplementary motor
areas (Hanakawa et al., 2009). Using this paradigm, Cameron
et al. (2012) found greater corticospinal excitability (higher peakto-peak MEP amplitude) for TMS pulses delivered on the beat
of metrically strong sequences, but not for metrically weak
sequences or for pulses delivered off the beat. Although this
study had a very small sample size (n = 4), it is worth noting
that they also reported individual differences in corticospinal
excitability in response to metrical stimuli. While three of the four
participants exhibited greater excitability for beat-synchronized
TMS pulses delivered during metrically strong as opposed to
metrically weak tone sequences, one participant showed the
opposite, exhibiting greater excitability when TMS was applied on
the beat of metrically weak sequences. The authors acknowledge
the difficulty of interpreting these differences due to the small
sample size, but they suggest individual variations in attention
or “effortful listening” may have been a contributing factor.
A similar TMS paradigm employed by Stupacher et al. (2013)
also reported individual differences in motor cortex response to
rhythmic stimuli. Specifically, they assessed how the “groove” of
a musical clip, or how much the music inspires movement (e.g.,
foot tapping), may influence motor system excitability. Musicians
and non-musicians listened to low-groove and high-groove music
clips while receiving single-pulse TMS and EMG recordings were
taken from the right hand and forearm. Compared to MEPs for
spectrally matched noise, musicians exhibited greater peak-topeak MEP amplitudes for high-groove music when TMS was
delivered on the beat vs. off the beat; however, for non-musicians,
MEP amplitudes were reduced for high-groove music regardless
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of whether or not the pulses were synchronized with the beat.
Additionally, compared to musicians, non-musicians exhibited
higher pre-pulse EMG activity when listening to high-groove
music. These differences indicate that while groove does affect
motor system response, the nature of this response may differ
between individuals. What remains unresolved is the degree to
which individual preference modulates excitability in the motor
system.
Drawing on the body of literature surrounding auditorymotor coupling and PT, the present study examined whether
an individual’s preferred beat rate preferentially modulates corticomotor excitability over other beat rates. Using the same
measures of tempo preference as McAuley et al. (2006), we
assessed SMT for each subject through an isochronous tapping
task. Subjects then listened to 10-beat tone sequences traveling
at a range of tempos relative to their SMT (5 faster than SMT,
5 slower than SMT, and 1 equal to SMT). While listening to
these 11 tempos, subjects were asked to rate each one according
to how “right” it felt to them, and these ratings were used to
generate each subject’s PPT. Given the high temporal resolution
provided by TMS, the current study employed an online TMS
paradigm similar to Stupacher et al. (2013). While listening to
each tempo, beat-synchronized single-pulse TMS was delivered
over left M1 and MEPs were recorded from the first dorsal
interosseous (FDI) muscle of the right hand. Based on the findings
discussed above, we expect to see an effect of PT on changes in
MEP amplitude.

AUDITORY STIMULI AND PPT

Auditory stimuli consisted of an isochronous 10-beat tone
sequence delivered at 11 different tempos. The timbre and pitch
of the tone was designed to match the sound created by the
TMS pulse and was kept constant. We modified the process used
by McAuley et al. (2006) and determined the rates of the 11
tempos using the subjects’ individual SMTs: 5 tempos traveled
at a rate faster than SMT, 5 traveled slower than SMT, and 1
traveled at the same rate as SMT. The faster and slower tempos
were logarithmically spaced around SMT so that each subject
was presented with a sufficient range of tempo stimuli relative
to his or her own SMT. The five slower tempos were presented
such that tempo (T) was equal to values of T/SMT of 1.221, 1.49,
1.82, 2.224, and 2.718; the five faster tempos had T/SMT values
of 0.818, 0.68, 0.549, 0.449, and 0.367. Following each auditory
sequence, subjects were presented with a 21-point rating scale
(min = −10, max = 10) and were asked to rate each sequence
according to how comfortable the tempo felt to them. Tempos
that felt “too slow” were to be assigned a value between −10 and
−1, tempos that felt “too fast” a value between 1 and 10, and
tempos that felt “just right” a value of 0. Each of the 11 tempos was
presented 10 times in random order, for a total of 110 trials with
10 beats each. Stimulus timing and presentation were controlled
via a laptop computer connected to an external monitor using
Python extensions provided by Psychopy, version 1.75 (Peirce,
2009).
TMS AND EMG RECORDINGS

METHODS
PARTICIPANTS

Fourteen adults (7 female), between 18 and 35 years of age
were included in the study. All participants were right-handed
as measured by the Edinburgh Handedness Inventory (Oldfield,
1971), and each gave informed consent according to a Universityapproved protocol. 8 participants (3 female) reported varying
degrees of musical experience ranging from 1 to 15 years (M =
6.2 years, SD = 4.5). The age at which they began playing
ranged from 8 to 13 (M = 10.3, SD = 1.9), and examples of
instruments played include piano, guitar, and tuba. Of these
eight, only three were currently playing at the time of the study.
The remaining six participants reported no musical experience.
The experiment was approved by the local ethics committee and
performed according published TMS safety regulations (Rossi
et al., 2009).
SMT

Immediately prior to the TMS session, a measure of each subject’s
SMT was obtained through a self-paced tapping task. Subjects
were seated in front of a computer and asked to tap a response key
at whichever rate felt “most comfortable”. Subjects were instructed
to keep a steady pace and to make the spaces between taps as even
as possible. Each subject completed 124 taps, broken up into 4
blocks of 31 taps each (30 time intervals). The first tap of each
series was removed, and individual SMT was calculated as the
average inter-tap interval across the 4 blocks (McAuley et al., 2006;
Wiener et al., 2011).
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Single-pulse TMS was delivered using a Magstim Rapid 2 stimulator (Magstim, Whitland, UK) connected to a 70 mm figure
of eight coil. High resolution, T1-weighted structural MRI scans
were acquired prior to participation, and neuronavigation was
achieved using Brainsight (Rogue Resolution, Montreal, Canada)
targeting software. TMS was delivered over left M1. The exact
location within M1 was determined as the point at which a TMS
pulse reliably produced an MEP from the right hand. Resting
motor threshold (RMT) was determined as the stimulation level
at which 50% of tested pulses elicited a hand movement. Once
determined, stimulation level was set to 110% RMT. Similar to
previous work combining TMS and EMG, EMG recordings were
taken from the FDI muscle of the right hand and changes in
MEPs were used as an index of corticospinal excitability (Giovanelli et al., 2013; Stupacher et al., 2013). The EMG signal
was recorded using disposable Ag/AgCl electrodes placed on the
forefinger and purlicue, with a ground electrode placed on the
back of the hand. EMG recordings were collected using a Biopac
MP150 amplifier (Biopac, Goleta, CA) with a sample rate of
20,000 Hz onto a separate computer running AcqKnowledge
software, version 3.9.1; TMS pulses elicited digital triggers to the
Biopac amplifier via a Bayonet Neill-Concelman cable connection. Subjects sat upright in a cushioned chair with armrests and
a headrest and were instructed to keep the right arm relaxed on
the armrest with the palm up. Subjects listened to the auditory
stimuli through earplug headphones (Plugfones) at a comfortable
volume. TMS was delivered 100 ms prior to the onset of the
eighth beat of each 10-beat tone sequence (110 pulses total).
Motor cortex excitability has been shown to be maximal just
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FIGURE 1 | (A) Schematic of combined behavioral/TMS task for a
representative subject with an SMT of 0.531 s. Subjects passively listened to
10-beat tone sequences traveling at a range of tempos relative to their SMT.
Tempos were created by multiplying the subject’s SMT by 10 logarithmic
modifiers to create 5 faster tempos and 5 slower tempos. While subjects
listened to each tone sequence, single-pulse TMS was delivered over left M1
100 ms before the onset of the eighth beat. (B) Behavioral ratings to

before a predicted beat (Cameron et al., 2012), thus the 100 ms
offset was included so that the TMS pulse coincided with peak
motor cortex excitability. After passively listening to each tone
sequence, subjects clicked an onscreen ratings scale by moving
a mouse with the left hand (keeping the right hand relaxed).
A schematic of the combined behavioral/TMS task can be seen
in Figure 1. The experiment lasted about 1 h from beginning
to end.

DATA ANALYSIS
PPT CALCULATION

PPT was calculated for each subject. Following the analysis procedure used by McAuley et al. (2006), ratings for each of the
11 tempos were averaged across trials and individually fit with a
linear regression for each subject (Figure 1C). The zero crossing
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determine PPT. Subjects listened to tone sequences traveling at 11 different
tempos, one at the subject’s SMT and 10 tempos spaced logarithmically
above and below SMT (1 = SMT). At the end of each tone sequence, subjects
rated the tempo according to how “right” the speed felt to them using the
scale pictured above. (C) Calculation of PPT for a single subject. Ratings were
averaged across trials and fit with a linear regression. The zero crossing
indicates the subject’s PPT.

of the regression line was taken as the predicted modifier value
for the tempo that received the most zero ratings (a “just right”
tempo). This modifier value was multiplied by the subject’s SMT
to convert it into seconds, and the result was taken as the subject’s
PPT.
MEP CALCULATION

EMG recordings were epoched offline using Matlab (Mathworks) software. MEPs were calculated by baseline-correcting
post-TMS EMG data to the time period 50 ms prior to the
TMS pulse. MEPs were calculated as the peak-to-peak amplitude difference between 10 and 80 ms following TMS, in accordance with standard methodology (Rösler and Magistris, 2008).
Since substantial inter-individual variability exists in the size
of MEPs (Wasserman, 2008), we normalized all MEP measures for each subject by their average peak-to-peak amplitude,
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FIGURE 2 | Behavioral results of PPT and SMT for all subjects. SMT
and PPT values are displayed as seconds between tones/taps. (A) PPT
and SMT were highly correlated. However, subjects consistently rated
PPT as slower than SMT, with larger deviations between PPT and SMT
for subjects with slower SMTs. (B) Variability in behavioral results of
PPT and SMT. On the x-axis of the graph on the right, “SMT Modifier”
refers to the values that each subject’s SMT was multiplied by to create

the log-spaced tempos of the tone sequences. This means that 1 =
SMT, smaller values designate faster tempos, and higher values
designate slower tempos. These modifier values were the same for
each subject while the actual tempos changed depending on the
subjects’ SMTs. Subjects with slower SMTs showed greater variability
in tap rate. Similarly, subjects were more variable in their perceptual
ratings of slower tempos.

reducing each set to a mean of one. As such, MEPs above
one represent relatively greater corticospinal excitability, whereas
values below one indicate a relative suppression of activity.
MEPs exceeding 2 SDs from the mean were removed for each
subject.

whether the shape of the curve was concave (MEPs are reduced
closer to SMT) or convex (MEPs are increased closer to SMT) and
averaged within groups.

QUADRATIC FITTING AND SEGREGATION

SMT AND PPT

Due to our a-priori hypotheses regarding the effect of tempo
differences on MEP size, for each subject, normalized average
MEP amplitudes at each tempo were fit with a quadratic curve
(MEPa*t2 + MEPb*t + MEPc), where t represents the tempo
modifier and MEPa, MEPb, MEPc and represent the first, second
and third constants. Individual subject curves were then segregated according to the sign of the first constant, which indicated

Subject’s SMT values, or average inter-tap intervals, ranged from
0.298–1.41 s (M = 0.68 s, SD = 0.32). One subject exhibited
abnormally high tapping and rating variability, exceeding 2 SDs
from the group average, and was removed as an outlier. Subject’s
PPT values ranged from 0.463–1.87 s (M = 0.98 s, SD = 0.45).
SMT and PPT were highly correlated (Pearson’s r = 0.978, Spearman’s ρ = 0.942, p < 0.05), however, subjects consistently choose
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a PPT value that was slower than their SMT value, with larger
deviations between PPT and SMT occurring at slower tempos
(Figure 2A). Subjects with slower SMT values exhibited greater
variability in tap rate (Pearson’s r = 0.64, Spearman’s ρ = 0.585,
p < 0.05); notably, we found no correlation between the coefficient of variation for SMT, calculated by dividing the standard
deviation in inter-tap interval by the mean inter-tap interval, and
the SMT value (Pearson’s r = 0.064). Similarly, subjects were more
variable in their perceptual ratings of slower tempos (F (1,13) =
5.393, p < 0.05; Figure 2B).
EMG RESULTS

Each subject’s normalized average MEPs were fit by a quadratic
curve. Eight subjects were well fit by a negative (concave) curve
(Excitation Pattern) [Within-subject contrast, F (1,7) = 33.680, p <
0.05] (R2 = 0.59); indicating that MEP amplitudes were maximal
closest to SMT (Figure 3A). Six additional subjects exhibited a
positive (convex) curve (Suppression Pattern) [F (1,5) = 9.106, p <
0.05] (R2 = 0.29); indicating that MEP amplitudes were minimal
closest to SMT (Figure 3B).
To further assess the effect of PT on MEP amplitude, Pearson
and Spearman correlations were calculated between the EMG
peak tempo and both measures of PT (SMT and PPT). EMG
peak tempo was defined as the tempo at which changes in MEP
amplitude were maximal, regardless of the direction (excitation
or inhibition). As Figure 4 shows, EMG peak tempo was strongly
correlated with both SMT (Pearson’s r = 0.890, Spearman’s ρ =
0.906) and PPT (Pearson’s r = 0.849, Spearman’s ρ = 0.824), with
larger deviations occurring at slower tempos. We also calculated
the coefficient of variation in EMG amplitude at each tempo
(standard deviation in MEP amplitude divided by average MEP
amplitude); notably we found no relationship between SMT, PPT,
or EMG peak tempos and the EMG coefficient of variation (KleinFlügge et al., 2013).
NON-PARAMETRIC TESTS

Although both SMT and PPT exhibited strong correlations with
EMG peak tempo across subjects, there remains the possibility
that these correlations arose by chance. Specifically, EMG peak
tempos were calculated by multiplying the modifier value where
the peak MEP change occurred by an individual’s SMT. As such,
any correlation between SMT and EMG peak tempos will already
exhibit a higher correlation by chance. In order to test whether the
correlations exhibited did not occur randomly, it was necessary
to re-assess the level of chance through non-parametric means.
Using Monte Carlo simulations, we generated 10,000 random
EMG data sets, for the same number of subjects, based on the
statistics of our original EMG data set (mean, SD), drawn from
a uniform distribution, and for the same number of subjects.
For each generated data set, we analyzed the data in the exact
same manner as the original data set, by fitting each “subject”
with a quadratic curve and using the sign of the first constant
to determine whether to take the maximum or minimum value
as the EMG modifier, then multiplying that modifier by the
corresponding original SMT value, then correlating the resulting
EMG peak tempos with SMT and PPT values. The 10,000 resulting Spearman ρ-values then served as the null distribution for
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FIGURE 3 | Calculation of effects of PT on MEP modulation. Subjects
were analyzed based on the fit of a quadratic model to EMG data and
segregated according to the direction of the maximal change in MEP
amplitude. (A) Eight subjects were best fit by a negative curve (Excitation
Pattern), meaning MEP amplitudes were maximal closest to SMT (1 =
SMT). (B) Six additional subjects exhibited a positive curve (Suppression
Pattern), meaning MEP amplitudes were minimal closest to SMT. Together,
these graphs demonstrate that listening to PT modulates MEP amplitude,
but that the direction of change differs across individuals. As in Figure 2B,
“SMT modifier” refers to the values that each subjects’ SMT was multiplied
by to create the log-spaced tempos of the tone sequences. This means that
1 = SMT, smaller values designate faster tempos, and higher values
designate slower tempos. These modifier values were the same for each
subject while the actual tempos changed depending on the subjects’ SMTs.

correlations that resulted by chance for SMT and PPT. We chose
a critical α of 0.05, one-tailed for testing significance. The result
these simulations demonstrated that the observed Spearman ρvalue for both correlations exceeded the critical α-level for both
SMT (critical α = 0.85) and PPT (critical α = 0.44) correlations,
indicating that these correlations did not occur by chance.

DISCUSSION
It has been established that passively listening to a rhythmic
auditory stimulus can affect motor cortex response, and that
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FIGURE 4 | Relationship between PT and MEP amplitude modulation.
PPT and SMT were each highly correlated with the tempo at which changes
in MEP amplitude were maximal (EMG Peak), and subjects with slower SMT
and PPT values exhibited greater deviations from EMG Peak. Subjects are

this response is sensitive to changes in stimulus properties like
metrical strength, groove rating, and tempo category (slow vs.
fast) (Zatorre et al., 2007; Bengtsson et al., 2009; Kornysheva
et al., 2010; Cameron et al., 2012; Stupacher et al., 2013). The
present study demonstrates that corticomotor excitability is also
preferentially modulated by rhythms traveling at an individually
preferred rate, consistent with the idea of an endogenous oscillator (McAuley et al., 2006). However, the nature of this modulation
differs across individuals, taking the form of either increased
or decreased excitability as the stimulus tempo approaches a
subject’s PT.
In order to determine PT, the present study replicated the selfpaced tapping and perceptual rating tasks employed by McAuley
et al. (2006). Motor and perceptual measures of PT, SMT and
PPT respectively, are thought to arise from the same hypothetical
endogenous oscillator, and as such, they should be closely related.
As expected, measures of SMT and PPT were highly correlated;
however, for all subjects, PPT values were slower than SMT values,
with the deviation between PPT and SMT increasing at slower
tempos. These results are similar to those found by McAuley et al.
(2006), which also showed a strong correlation and a trend toward
slower PPT values, suggesting that with slower tempos there is
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color coded according to whether they showed an increase in MEPs when
listening to PT (Excitation Pattern, shown in red) or a decrease in MEPs when
listening to PT (Suppression Pattern, shown in blue). SMT, PPT and EMG Peak
values are displayed as seconds between tones/taps.

greater difficulty in perceptually identifying tempo preference.
We additionally observed that variability of both tap rates and
perceptual ratings increased at slower tempos, aligning with scalar
effects in timing (Gibbon et al., 1997), demonstrating a constant
coefficient of variation across intervals. However, it is noteworthy
that perceptual ratings were more variable with slower tempos
in this regard, as these rating judgments simply measured the
individual preference for a given tempo. Increasing variability
for the PPT measurements with slower tempos then may also
reflect greater uncertainty in the judgment of tempos traveling at
a slower rate.
EMG results demonstrated that for all subjects, corticomotor
excitability was modulated by passively listening to one’s own
PT. This result is consistent with previous work demonstrating
that listening to rhythmic stimuli is associated with increases
in BOLD activation of PMv and SMA (Zatorre et al., 2007;
Bengtsson et al., 2009), and further complements the results of
Kornysheva et al. (2010), which showed that increases in PMv
activation are modulated by listening to a PT category. In their
follow-up TMS study, Kornysheva et al. (2011) demonstrated that
stimulation of PMv alters subject’s behavioral preferences for slow
and fast tempo categories; the present study compliments these
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results by demonstrating changes in M1 excitability in response
to individually PTs. Additionally, EMG results from the present
study revealed that there are individual differences in the nature
of this modulatory effect of PT, with 8 of 14 subjects exhibiting an
increase in excitability and six exhibiting a decrease in excitability
when listening to their PT.
Why might subjects exhibit different patterns of excitation or
suppression around PT? Previous work has shown that mental
simulation of motor movements, or motor imagery, has an effect
on motor cortex activation and excitability, and so motor imagery
may have contributed to the individual differences described
above. Fadiga et al. (1999) applied single-pulse TMS to motor
cortex while subjects imagined opening and closing the hand
and found that mental simulation of hand movements increased
corticospinal excitability. Similarly, corticospinal excitability can
be modulated by attention. Using a paired associative stimulation
paradigm (PAS), Stefan et al. (2004) demonstrated that the degree
of attention to a target hand modulated corticospinal response.
PAS involves the combination of low frequency median nerve
stimulation and single-pulse TMS in such a way that MEPs from
the target muscle are increased. MEP amplitudes as evoked by PAS
were measured relative to baseline in three attention conditions:
(1) attention to the hand with vision of the hand occluded; (2)
attention to an arithmetic task; and (3) attention to the target
hand while also viewing the hand. Results showed that MEP
amplitudes were modulated with the grade of attention to the
hand, with decreased amplitudes when attention was diverted
away, increased amplitudes when attention but not vision was on
the hand, and even greater amplitudes when both attention and
vision were on the hand.
In the present study, subjects were instructed to sit with their
hands relaxed and listen to the auditory tone sequences. There
were no specific instructions regarding attending to or away
from the stimulated hand, but individual differences in attention
to the tones, the surrounding room, or the stimulated hand
likely affected the MEP amplitudes measured from each subject.
Thus, differential levels of motor imagery and/or attention to
the hand may have contributed to whether a particular subject
showed an increase or decrease in excitability around PT. In this
regard, it is noteworthy that our subjects responded with the
opposite (non-stimulated) hand. One possibility, then, is that
subjects who showed an increase in motor cortex excitability were
implicitly simulating the action of tapping in the dominant hand;
when the perceived beat matched the PT, the excitability of the
hand area thus increased, in a manner consistent with embodied
cognitive theories of action (Barsalou, 2008). The difference in
excitability patterns between subjects also mirrors previous work
demonstrating that participants who hear an implied beat during
perceptual judgments also show increased premotor activation
(Grahn and McAuley, 2009). Further investigation is necessary
to assess the degree of this contribution, and future work will
replicate the methods above while adding specific instructions
regarding application of attention and motor imagery. Another
perceptual phenomenon that may have influenced the outcome
of the present study is subjective accenting, which refers to the
unequal perception of equal tones in an isochronous sequence.
As Brochard and colleagues demonstrate in their 2003 ERP study,
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the perception of alternatively strong and weak accented beats is
related to dynamic oscillations in attention, resulting in a binary
metrical structure in which odd-numbered tones are perceived
as “accented” and even-numbered events are perceived as “unaccented” (Large and Jones, 1999; Brochard et al., 2003). In the
present study, subjects received single-pulse TMS on the eighth
beat of every 10-beat tone sequence. According to Brochard and
company, the eighth beat corresponds to a “weak” or unaccented
beat, and therefore to a trough rather than to a peak of attention.
While it is uncertain how stimulating on an accented beat (i.e.,
the ninth beat) may have altered the present results, the fact that
both subjective accenting and PT are thought to rely on the same
dynamic fluctuations in attention suggests that the placement of
TMS pulses within a sequence is an important consideration and
should be incorporated into future studies.
Musical experience is another factor that may contribute to
individual differences in the effect of PT. The impact of musical training on the auditory and motor systems has been well
documented; musicians show a variety of structural differences,
including increased cortical representation of motor areas specific
for the hands and enhanced organization of auditory-motor
connections, greater perceptual sensitivity to changes in auditory
rhythms, and increased functional efficiency of motor networks
(Jäncke et al., 2000; Gaser and Schlaug, 2003; Bengtsson et al.,
2005; van Zuijen et al., 2005; Hyde et al., 2009; Herholz and
Zatorre, 2012). Furthermore, the TMS investigation by Stupacher
et al. (2013) found that the nature of changes in corticospinal
excitability when listening to high groove music was dependent on musical experience: musicians exhibited and increase
in excitability when listening to high groove music, while nonmusicians exhibited a decrease. In addition to the musical training
effects described above, the authors attribute these differences to
a more refined motor action threshold in musicians. They posit
that the greater refinement of motor networks and the common
practice of movement simulation found among musicians leads to
greater motor control with less effort; thus, musicians are better
able to listen to a movement-inducing stimulus and remain still,
without affecting corticospinal excitability. Without this refinement of the motor action threshold, non-musicians’ efforts to
remain still when listening to a movement-inducing stimulus
result in a suppression of corticospinal excitability (Stupacher
et al., 2013). At the time of testing, only three subjects in
the current study were actively playing instruments; of those
three, two exhibited an excitation pattern around PT and one
exhibited a suppression pattern. The other five participants with
musical experience were also distributed across the excitation
and suppression groups. Thus, while several of the subjects in
the present study had differing levels of musical experience, it
was not a controlled variable and there were no demonstrable
effects of musical experience with respect to modulation direction (excitation vs. suppression of excitability). However, there
is some indication that as little as 15 months of training may
be sufficient to induce experience-dependent plastic effects, and
that in some cases, simply listening to music can alter neural
responses to auditory stimuli (Hyde et al., 2009; Herholz and
Zatorre, 2012). Future studies of motor excitability should take
these findings into consideration when selecting participants.
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Additionally, previous work has shown that individual differences
exist in tempo preference strength (Kornysheva et al., 2010, 2011)
and the ability to perceive a beat (Grahn and McAuley, 2009),
and that these differences are correlated with changes in motor
and premotor cortex responses. Therefore, future studies will
implement measures of individual rhythmic ability and tempo
preference strength (the extent to which an individual prefers his
or her PT).
In conclusion, the present study demonstrates that corticomotor excitability is preferentially modulated by listening to an
individually PT. Furthermore, there are individual differences
in the nature of this effect: some people exhibit an increase
in excitability as tempos near their PT, while others exhibit a
decrease in excitability. These differences may be driven by factors
like motor imagery, attention, musical experience, or rhythmic
ability, though further investigation is necessary to determine
the extent to which each factor contributes. By furthering our
understanding of how the motor system responds to specific
auditory stimuli, the present study represents an important addition to the body of literature surrounding auditory-motor coupling and temporal processing. Previous work has shown that
the rhythmic complexity, metrical strength, emotional valence,
tempo category, and groove of a stimulus can influence motor
system response (Chen et al., 2008b; Kornysheva et al., 2010;
Cameron et al., 2012; Giovanelli et al., 2013; Stupacher et al.,
2013). The current results demonstrate a higher level of specificity
with regard to tempo modulation of motor system response;
namely, that an individually PT, which stems from the rate of
a hypothetical endogenous oscillator, is capable of preferentially
modulating motor system excitability when compared to similar
tempos of similar speeds (McAuley et al., 2006). In clinical settings, the principles of auditory-motor coupling have informed
music and rhythm-based therapies for stroke, traumatic brain
injury, and Parkinson’s patients (McIntosh et al., 1997; Thaut
et al., 1997; Rodriguez-Fornells et al., 2012; Nombela et al.,
2013). In addition to their usefulness in research settings, the
present findings regarding PT might improve the efficacy of these
treatments.

ACKNOWLEDGMENTS
Publication of this article was funded in part by the George Mason
University Libraries Open Access Publishing Fund.
REFERENCES
Barsalou, L. W. (2008). Grounded cognition. Annu. Rev. Psychol. 59, 617–645.
doi: 10.1146/annurev.psych.59.103006.093639
Bengtsson, S. L., Nagy, Z., Skare, S., Forsman, L., Forssberg, H., and Ullén, F.
(2005). Extensive piano practicing has regionally specific effects on white matter
development. Nat. Neurosci. 8, 1148–1150. doi: 10.1038/nn1516
Bengtsson, S. L., Ullen, F., Ehrsson, H. H., Hashimoto, T., Kito, T., Naito, E., et al.
(2009). Listening to rhythms activates motor and premotor cortices. Cortex 45,
62–71. doi: 10.1016/j.cortex.2008.07.002
Brochard, R., Abecasis, D., Potter, D., Ragot, R., and Drake, C. (2003). The
“ticktock” of our internal clock: direct brain evidence of subjective accents in
isochronous sequences. Psychol. Sci. 14, 362–366. doi: 10.1111/1467-9280.24441
Cameron, D. J., Stuart, L., Pearce, M. T., Grube, M., and Muggleton, N. G.
(2012). Modulation of motor excitability by metricality of tone sequences.
Psychomusicology: Music, Mind, and Brain 22, 122–128. doi: 10.1037/a0031
229.supp

Frontiers in Human Neuroscience

Chen, J., Penhune, V., and Zatorre, R. J. (2006). Interactions between auditory and
dorsal premotor cortex during synchronization to musical rhythms. Neuroimage
32, 1771–1781. doi: 10.1016/j.neuroimage.2006.04.207
Chen, J., Penhune, V., and Zatorre, R. J. (2008a). Listening to musical rhythms
recruits motor regions of the brain. Cereb. Cortex 18, 2844–2854. doi: 10.
1093/cercor/bhn042
Chen, J., Penhune, V., and Zatorre, R. J. (2008b). Moving on time: brain network for auditory motor synchronization is modulated by rhythm complexity
and musical training. J. Cogn. Neurosci. 20, 226–239. doi: 10.1162/jocn.2008.
20018
Fadiga, L., Buccino, G., Craighero, L., Fogassi, L., Gallese, V., and Pavesi, G.
(1999). Corticospinal excitability is specifically modulated by motor imagery: a
magnetic stimulation study. Neuropsychologia 37, 147–158. doi: 10.1016/s00283932(98)00089-x
Gaser, C., and Schlaug, G. (2003). Brain structures differ between musicians and
non-musicians. J. Neurosci. 23, 9240–9245.
Gibbon, J., Malapani, C., Dale, C. L., and Gallistel, C. R. (1997). Toward a neurobiology of temporal cognition: advances and challenges. Curr. Opin. Neurobiol. 7,
170–184. doi: 10.1016/s0959-4388(97)80005-0
Giovanelli, F., Banfi, C., Borgheresi, A., Fiori, E., Innocenti, I., Rossi, S., et al. (2013).
The effect of music on corticospinal excitability is related to the perceived
emotion: a transcranial magnetic stimulation study. Cortex 49, 702–710. doi: 10.
1016/j.cortex.2012.01.013
Grahn, J. A., and McAuley, J. D. (2009). Neural bases of individual differences in
beat perception. Neuroimage 47, 1894–1903. doi: 10.1016/j.neuroimage.2009.
04.039
Hanakawa, T., Mima, T., Matsumoto, R., Abe, M., Inouchi, M., Urayama, S., et al.
(2009). Stimulus-response profile during single-pulse transcranial magnetic
stimulation to the primary motor cortex. Cereb. Cortex 19, 2605–2615. doi: 10.
1093/cercor/bhp013
Herholz, S. C., and Zatorre, R. J. (2012). Musical training as a framework for brain
plasticity behavior, function, and structure. Neuron 76, 486–502. doi: 10.1016/j.
neuron.2012.10.011
Hyde, K. L., Lerch, J., Norton, A., Forgeard, M., Winner, E., Evans, A. C., et al.
(2009). Musical training shapes structural brain development. J. Neurosci. 29,
3019–3025. doi: 10.1523/JNEUROSCI.5118-08.2009
Jäncke, L., Shah, N. J., and Peters, M. (2000). Cortical activations in primary
and secondary motor areas for complex bimanual movements in professional pianists. Brain Res. Cogn. Brain Res. 10, 177–183. doi: 10.1016/s09266410(00)00028-8
Klein-Flügge, M., Nobbs, D., Pitcher, J. B., and Bestmann, S. (2013). Variability
of human corticospinal excitability tracks the state of action preparation. J.
Neurosci. 33, 5564–5572. doi: 10.1523/JNEUROSCI.2448-12.2013
Kornysheva, K., Yves von Cramon, D., Jacobsen, T., and Schubotz, R. I. (2010).
Tuning-in to the beat: aesthetic appreciation of musical rhythms correlates with
a premotor activity boost. Hum. Brain Mapp. 31, 48–64. doi: 10.1002/hbm.
20844
Kornysheva, K., von Anshelm-Schiffer, A., and Schubotz, R. I. (2011). Inhibitory
stimulation of the ventral premotor cortex temporarily interferes with musical
beat rate preference. Hum. Brain Mapp. 32, 1300–1310. doi: 10.1002/hbm.
21109
Large, E. W., and Jones, M. R. (1999). The dynamics of attending: how people track
time-varying events. Psychol. Rev. 106, 119–159. doi: 10.1037/0033-295x.106.
1.119
McAuley, J. D., Jones, M. R., Holub, S., Johnston, H. M., and Miller, N. S.
(2006). The time of our lives: life span development of timing and event
tracking. J. Exp. Psychol. Gen. 135, 348–367. doi: 10.1037/0096-3445.135.
3.348
McIntosh, G. C., Brown, S. H., Rice, R. R., and Thaut, M. H. (1997). Rhythmic auditory motor facilitation of gait patterns in patients with Parkinson’s disease. J. Neurol. Neurosurg. Psychiatry 62, 22–26. doi: 10.1136/jnnp.
62.1.22
Nettl, B. (2000). “An ethnomusicologist contemplates universals in musical sound
and musical culture,” in The Origins of Music, eds N. L. Wallin, B. Merker and S.
Brown (Cambridge, MA: MIT Press), 463–472.
Nombela, C., Hughes, L. E., Owen, A. M., and Grahn, J. A. (2013). Into the groove:
can rhythm influence Parkinson’s disease? Neurosci. Biobehav. Rev. 37, 2564–
2570. doi: 10.1016/j.neubiorev.2013.08.003

www.frontiersin.org

April 2014 | Volume 8 | Article 252 | 9

Michaelis et al.

Motor tempo modulates excitability

Oldfield, R. C. (1971). The assessment and analysis of handedness: the Edinburgh inventory. Neuropsychologia 9, 97–113. doi: 10.1016/0028-3932(71)
90067-4
Peirce, J. W. (2009). Generating stimuli for neuroscience using PsychoPy. Front.
Neuroinform. 2:10. doi: 10.3389/neuro.11.010.2008
Rodriguez-Fornells, A., Rojo, N., Amengual, J. L., Ripollés, P., Altenmüller, E., and
Münte, T. F. (2012). The involvement of audio-motor coupling in the musicsupported therapy applied to stroke patients. Ann. N Y Acad. Sci. 1252, 282–293.
doi: 10.1111/j.1749-6632.2011.06425.x
Rösler, K. M., and Magistris, M. R. (2008). “The size of motor-evoked potentials: influencing parameters and quantification,” in The Oxford Handbook of
Transcranial Magnetic Stimulation, eds E. M. Wasserman, C. M. Epstein, U.
Ziemann, V. Walsh, T. Paus and S. H. Lisanby (New York: Oxford University
Press), 401–408.
Rossi, S., Hallett, M., Rossini, P. M., and Pascual-Leone, A., The Safety of
TMS Consensus Group. (2009). Safety, ethical considerations, and application
guidelines for the use of transcranial magnetic stimulation in clinical practice
and research. Clin. Neurophysiol. 120, 2008–2039. doi: 10.1016/j.clinph.2009.
08.016
Schmidt-Kassow, M., Heinemann, L. V., Abel, C., and Kaiser, J. (2013). Auditorymotor synchronization facilitates attention allocation. Neuroimage 82, 101–106.
doi: 10.1016/j.neuroimage.2013.05.111
Stefan, K., Wycislo, M., and Classen, J. (2004). Modulation of associative human
motor cortical plasticity by attention. J. Neurophysiol. 96, 66–72. doi: 10.1152/jn.
00383.2003
Stupacher, J., Hove, M. J., Novembre, G., Schutz-Bosbach, S., and Keller, P. E.
(2013). Musical groove modulates cortex excitability: a TMS investigation. Brain
Cogn. 82, 127–136. doi: 10.1016/j.bandc.2013.03.003
Thaut, M. H., McIntosh, G. C., and Rice, R. R. (1997). Rhythmic facilitation of
gait training in hemiparetic stroke rehabilitation. J. Neurol. Sci. 151, 207–212.
doi: 10.1016/s0022-510x(97)00146-9

Frontiers in Human Neuroscience

van Zuijen, T. L., Sussman, E., Winkler, I., Näätänen, R., and Tervaniemi, M.
(2005). Auditory organization of sound sequences by a temporal or numerical regularity–a mismatch negativity study comparing musicians and nonmusicians. Brain Res. Cogn. Brain Res. 23, 270–276. doi: 10.1016/j.cogbrainres.
2004.10.007
Wasserman, E. M. (2008). “Inter- and intra-individual variation in the response to
TMS,” in The Oxford Handbook of Transcranial Magnetic Stimulation, eds E. M.
Wasserman, C. M. Epstein, U. Ziemann, V. Walsh, T. Paus and S. H. Lisanby
(New York: Oxford University Press), 401–408.
Wiener, M., Lohoff, F. W., and Coslett, H. B. (2011). Double dissociation of
dopamine genes and timing in humans. J. Cogn. Neurosci. 23, 2811–2821.
doi: 10.1162/jocn.2011.21626
Zatorre, R. J., Chen, J. L., and Penhune, V. B. (2007). When the brain plays music:
auditory motor interactions in music perception and production. Nat. Rev.
Neurosci. 8, 547–558. doi: 10.1038/nrn2152
Conflict of Interest Statement: 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.
Received: 11 February 2014; accepted: 05 April 2014; published online: 24 April 2014.
Citation: Michaelis K, Wiener M and Thompson JC (2014) Passive listening to
preferred motor tempo modulates corticospinal excitability. Front. Hum. Neurosci.
8:252. doi: 10.3389/fnhum.2014.00252
This article was submitted to the journal Frontiers in Human Neuroscience.
Copyright © 2014 Michaelis, Wiener and Thompson. This is an open-access article
distributed under the terms of the Creative Commons Attribution License (CC BY).
The use, distribution or reproduction in other forums is permitted, provided the
original author(s) or licensor are credited and that the original publication in this
journal is cited, in accordance with accepted academic practice. No use, distribution
or reproduction is permitted which does not comply with these terms.

www.frontiersin.org

April 2014 | Volume 8 | Article 252 | 10

