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Abstract: Here we describe two studies linking perceptual change with motor learning. In the first, we
document persistent changes in somatosensory perception that occur following force field learning.
Subjects learned to control a robotic device that applied forces to the hand during arm movements. This
led to a change in the sensed position of the limb that lasted at least 24 h. Control experiments revealed
that the sensory change depended on motor learning. In the second study, we describe changes in the
perception of speech sounds that occur following speech motor learning. Subjects adapted control of
speech movements to compensate for loads applied to the jaw by a robot. Perception of speech sounds
was measured before and after motor learning. Adapted subjects showed a consistent shift in perception.
In contrast, no consistent shift was seen in control subjects and subjects that did not adapt to the load.
These studies suggest that motor learning changes both sensory and motor function.
Keywords: motor learning; sensory plasticity; arm movements; proprioception; speech motor control;
auditory perception.

the human motor system and, likewise, to skill
acquisition in the adult nervous system. Here,
we summarize two studies in which we have
examined the hypothesis that motor learning,
which is associated with plastic changes to motor
areas of the brain, leads to changes in sensory
perception. We have investigated motor learning
in the context of reaching movements and in
speech motor control. We have examined the

Introduction
To what extent is plasticity in motor and sensory
systems linked? Neuroplasticity in sensory and
motor systems is central to the development of
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extent to which motor learning modifies somatosensory perception and the perception of speech.
Our findings suggest that plasticity in motor systems does not occur in isolation, but it results in
changes to sensory systems as well.
Our studies examine sensorimotor learning in
both an arm movement task and a speech task.
It is known that there are functional connections
linking brain areas involved in the sensory and
motor components of these tasks. There are
known ipsilateral corticocortical projections
linking somatosensory cortex with motor areas
of the brain (Darian-Smith et al., 1993; Jones
et al., 1978). Activity in somatosensory cortex varies systematically with movement (AgeraniotiBélanger and Chapman, 1992; Chapman and
Ageranioti-Bélanger, 1991; Cohen et al., 1994;
Prud'homme and Kalaska, 1994; Prud'homme
et al., 1994; Soso and Fetz, 1980), and the sensory
signals arising from movement can result in
changes to somatosensory receptive fields (Jenkins
et al., 1990; Recanzone et al., 1992a,b; Xerri et al.,
1999). Likewise, auditory processing recruits activity in motor areas of the brain (Chen et al., 2008;
Pulvermüller et al., 2006), and auditory and
somatosensory inputs converge within auditory
cortex (Foxe et al., 2002; Fu et al., 2003; Kayser
et al., 2005; Shore and Zhou, 2006). In addition,
there are a number of pieces of evidence suggesting
perceptual changes related to somatosensory
input, movement, and learning. These include proprioceptive changes following visuomotor adaptation in reaching movements and in manual
tracking (Cressman and Henriques, 2009, 2010;
Cressman et al. 2010; Malfait et al., 2008; Simani
et al., 2007; van Beers et al., 2002) and visual and
proprioceptive changes following force field
learning (Brown et al., 2007; Haith et al., 2008).
They also include changes to auditory perception
that are caused by somatosensory input (Ito et al.,
2009; Jousmäki and Hari, 1998; Murray et al.,
2005; Schürmann et al., 2004). These studies thus
suggest that via the links between motor, somatosensory, and auditory areas of the brain, an effect
of motor learning on perception may be likely.

Below, we describe a study involving human
arm movement that tests the idea that sensory
function is modified by motor learning. Specifically, we show that learning to correct for forces
that are applied to the limb by a robot results in
durable changes to the sensed position of the
limb. We report a second study in which we test
the hypothesis that speech motor learning, and
in particular the somatosensory inputs associated
with learning, affect the classification of speech
sounds. In both studies, we observe perceptual
changes following learning. These findings suggest that motor learning affects not only the
motor system but also involves changes to sensory
areas of the brain.

The effect of motor learning on somatosensory
perception of the upper limb
Subjects made movements to a target in a standard
force field learning procedure. In this task, subjects
make reaching movements to a visual target while
holding the handle of a robotic device that is programmed to apply forces to the subject's hand
(Fig. 1a). Studies employing this technique have
been used to document learning and plasticity in
motor systems (Gribble and Scott, 2002; Shadmehr
and Holcomb, 1997; Shadmehr and Mussa-Ivaldi,
1994). Figure 1b shows the experimental sequence.
We interleaved blocks of trials in which we
estimated the sensed position of the limb (shown
in gray) with blocks of force field learning trials.
We tested sensory perception twice before and
once after force field learning. We also tested for
the persistence of changes in sensory perception
after the effects of motor learning were eliminated
using washout trials.
We obtained estimates of the sensed position of
the limb using an iterative procedure known as
PEST (parameter estimation by sequential testing;
Taylor and Creelman, 1967). The PEST procedure
was done in the absence of vision. On each movement in the testing sequence, the limb was displaced laterally using a force channel (Fig. 1c). At
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Fig. 1. Force field learning and the perception of limb position. (a) Subjects held the handle of a robotic device, when making
movements to targets and during perceptual testing. The robot was capable of applying forces to the hand. Targets were
presented on a horizontal screen that occluded vision of the hand, arm, and robot. (b) Subjects learn to compensate for velocitydependent mechanical loads that displace the limb to the right or the left. Perceptual tests (gray bars) of the sensed limb position
are interleaved with force field training. Average movement curvature ( SE) is shown throughout training. (c) An iterative
procedure known as PEST estimates the perceptual boundary between left and right. A computer-generated force channel
laterally displaced the limb, and subjects are required to indicate whether the limb has been deflected to the right. Individual
PEST runs starting from left and right, respectively, are shown. The sequence is indicated by the shading of the PEST trials
beginning at the right. (d) A sequence of six PEST runs (starting from the top) with the horizontal axis showing the lateral
position of the hand and the PEST trial number on the vertical. The shaded sequence of trials shown at the top is the same as is
shown on the right side of (c). PEST runs alternately start from the right and the left and end on a similar estimate of the
perceptual boundary. Note that the horizontal axis highlights lateral hand positions between 0 and 10 mm.

the end of each movement the subject gave a “yes”
or “no” response indicating whether the limb had
been deflected to the right. Over the course of several trials, the magnitude of the deflection was
modified based on the subject's responses in order

to determine the perceptual boundary between left
and right. Figure 1b shows a sequence of PEST
trials for a representative subject, prior to force
field learning. The left panel shows a PEST
sequence that began with a leftward deflection;
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the right panel shows a sequence for the same subject beginning from the right. Figure 1d shows a
sequence of six PEST runs. Each run converges
on a stable estimate of the perceptual boundary
between left and right.
In the motor learning phase of the experiment,
subjects made movements in a clockwise or counterclockwise force field applied by a robot arm
(Fig. 1a), whose actions were to push the hand
to the right or to the left. Performance over the
course of training was quantified by computing
the maximum perpendicular distance (PD) from
a straight line joining movement start and end.
Figure 1b shows movement curvature (PD
values), averaged over subjects, for each phase
of the experiment. Under null conditions, subjects
move straight to the target. Upon the introduction of the force field, movements are deflected
laterally but over the course of training they
straighten to near null field levels. The reduction
in curvature from the initial 10 movements to
the final 10 movements was reliable for both force
field directions. Curvature on initial aftereffect
movements is opposite to the curvature on initial
force field movements reflecting the adjustment
to motor commands needed to produce straight
movements in the presence of load. Curvature at
the end of the washout trials differs from initial
null field trials; movements remain curved in a
direction opposite to that of the applied force.
On a per-subject basis, we quantified perceptual performance by fitting a logistic function to
the set of lateral limb positions and the associated
binary responses that were obtained over successive PEST runs. For example, the sequence of
PEST trials shown in Fig. 1d would lead to a single psychometric function relating limb position
to the perceptual response. For visualization
purposes, Fig. 2a shows binned response probabilities, averaged across subjects, and psychometric functions fit to the means for the
rightward and leftward force fields. Separate curves are shown for estimates obtained before and
after learning. The psychometric curve, and hence
the perceptual boundary between left and right

shifts in a direction opposite to the applied load.
If the force field acts to the right (Fig. 2a, right
panel), the probability of responding that the
hand was pushed to the right increases following
training. This means that following force field
learning, the subject feels as if the hand is located
farther to the right.
Figure 2b shows the position of the perceptual
boundary in each of the four test sessions. The
perceptual boundary was computed as the 50%
point on the psychometric curve. For each subject
separately, we computed the shift in the perceptual boundary as a difference between the final
null condition estimate and the estimate following
force field training. We computed the persistence
of the shift as the difference between the final null
condition estimate and the estimate following
aftereffect trials. The shifts are shown in Fig. 2c.
It can be seen that immediately after force field
training there was a shift in the sensed position
of the limb that was reliably different than zero.
The shift decreased following washout but
remained different than zero. The magnitude of
the shift was no different for both force field
directions. Thus, the sensed position of the limb
changes following force field learning, and the
shift persists even after the kinematic effects of
learning have been washed out.
In a control study, we examined the persistence
of the perceptual change. Subjects were tested in
a procedure that was identical to the main experiment, but it included an additional perceptual
test 24 h following learning. The results are shown
in Fig. 2c. It can be seen that the force field led to
a reliable shift in the perceptual boundary that
was no different across the three estimates. Thus,
periods of force field learning lasting  10 min
result in shifts in the perceptual boundary that
persist for at least 24 h.
We conducted a second control experiment to
determine the extent to which the observed perceptual changes are tied to motor learning. We
used methods that were identical to those in the
main experiment, except that the force field
learning phase was replaced with a task that did
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Fig. 2. The perceptual boundary shifts in a direction opposite to the applied force following motor learning. (a) Binned response
probabilities averaged over subjects (SE) before (light gray) and after (black or dark gray) learning. Fitted psychometric functions
reflect the perceptual classification for each force field direction. (b) Mean perceptual boundary between left and right (SE) for
baseline estimates (baseline 1 and baseline 2), estimates following force field learning (after FF), and estimates following aftereffect
trials (after AE). The sensed position of the limb changes following learning, and the change persists following aftereffect trials. (c)
The direction of the perceptual shift depends on the force field (left vs. right). The perceptual shift persists for at least 24 h (24 h left).
A perceptual shift is not observed when the robot passively moves the hand through the same sequence of positions and velocities as
in the left condition such that subjects do not experience motor learning (passive control).

not involve motor learning. In the null field and
aftereffect phases of the experiment, subjects
moved actively. The force field learning phase
was replaced with a passive task in which subjects

held the robot handle as it reproduced the movements of subjects in the leftward force field condition of the main experiment. Under positionservo control, the robot produced this series of
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movements and the subject's arm was moved
along the mean trajectory for each movement in
the training sequence. Thus, subjects experienced
a series of movements with the same kinematics
as those in main experiment, but importantly they
did not experience motor learning.
The upper panel of Fig. 3 shows the mean
movement curvature (PD) for subjects tested in
the passive control experiment and for subjects
tested in the original experiment. The lower panel
shows the average difference between PD in the
passive control condition and PD in the original
leftward force field. The lower panel of Fig. 3
shows that in the null phase, movement kinematics were well matched when subjects in both
conditions made active movements. In the force
field phase of the experiment, the near-zero
values indicate that subjects in the passive control
experiment experienced kinematics that closely

matched the mean trajectory in the original
experiment. The nonzero values at the start of
the aftereffect phase indicate that in the main
experiment, training in the force field resulted in
aftereffects and hence motor learning that was
greater than following training in the passive control experiment.
Figure 2c shows measures of perceptual change for subjects trained in the original experiment,
as well as for subjects trained in the passive control. Perceptual shifts depended on whether or
not subjects experienced motor learning. As
described above, subjects in the original experiment who learned the leftward force field showed
perceptual shifts that were reliably different than
zero both immediately after learning and after
washout trials. In contrast, subjects tested in the
passive control experiment showed shifts that
did not differ from zero at either time point.
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Fig. 3. The perceptual shift depends on motor learning. In a control experiment, subjects experience the same trajectories as
individuals that display motor learning. Subjects move actively in the null and aftereffect phases of the study. In the force field
training phase, the robot moves the arm to replicate the average movement path of subjects that learned the leftward force field.
The top panel shows mean movement curvature ( SE) for subjects in the original leftward condition (black) and the passive
control condition (light gray). The bottom panel gives the difference between active and passive movements (dark gray).
Movement aftereffects are not observed in the passive condition (light gray) indicating there is no motor learning.
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In the perceptual tests, the subject had to identify
whether an auditory stimulus chosen at random
from a synthesized eight step spectral continuum
sounded more like the word head or had (Fig. 4).
A psychometric function was fitted to the data
and gave the probability of identifying the word
as had. We focused on whether motor learning
led to changes to perceptual performance.
Sensorimotor learning was evaluated using a
composite measure of movement curvature. Curvature was assessed on a per-subject basis, in null
condition trials, at the start and at the end of
learning. Statistically reliable adaptation was
observed in 17 of the 23 subjects. This is typical
of studies of speech motor learning in which
about a third of all subjects fail to adapt (Nasir

The effect of speech motor learning on the
perception of speech sounds
In order to evaluate the idea that speech motor
learning affects auditory perception, we trained
healthy adults in a force field learning task
(Lackner and Dizio, 1994; Shadmehr and MussaIvaldi, 1994) in which a robotic device applied a
mechanical load to the jaw as subjects repeated
aloud test utterances that were chosen randomly
from a set of four possibilities (bad, had, mad,
sad; Fig. 4). The mechanical load was velocitydependent and acted to displace the jaw in a protrusion direction, altering somatosensory but not
auditory feedback. Perception of speech sounds
was assessed before and after force field training.
(a)
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test
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3000
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Fig. 4. Experimental set-up, protocol, and auditory test stimuli for the speech experiment. (a) A velocity-dependent load was
delivered to the jaw by a robotic device. (b) Subjects completed an auditory identification task before and after motor learning.
Control subjects repeated the same set of utterances but were not attached to the robot. (c) During perceptual testing, subjects
indicated whether a given auditory test stimulus sounded more like head or had.
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and Ostry, 2006, 2008; Purcell and Munhall, 2006;
Tremblay et al., 2003). Figure 5a shows a representative sagittal plane view of jaw trajectories
during speech for a subject that adapted to the
load. Movements are straight in the absence of
load; the jaw is displaced in a protrusion direction
when the load is first applied; curvature decreases
with training. Figure 5b shows movement curvature measures for the same subject, for individual
trials, over the course of the entire experiment.
(a)

As shown in Fig. 5a, movement curvature was
low in the null condition, increased with the introduction of load and then progressively decreased
with training. The auditory psychometric function
for this subject shifted to the right following training (Fig. 5c). This indicates that words sounded
more like head after learning.
Figure 6a shows perceptual psychometric
functions for adapted subjects before and after
force field training. A rightward shift following
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Fig. 5. Speech motor learning and changes in speech perception. (a) Sagittal view of jaw movement paths for a representative
subject who adapted to the load. Movements were straight in the absence of load (light gray). The jaw was deflected in the
protrusion direction when the load was introduced (black). Curvature decreased with training (dark gray). (b) Scatter plot
showing movement curvature over the course of training for the same subject as in (a). The vertical axis shows movement
curvature; the horizontal axis gives trial number. Curvature is low on null trials (light gray) increases when the load is introduced
and decreases over the course of training (black). (c) The psychometric function depicting identification probability for had
before (light gray) and after (black) training. A perceptual shift toward head was observed following learning.
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Fig. 6. Perception of speech sounds changes following speech motor learning. (a) The average psychometric functions for adapted
subjects reveal a perceptual shift to the right following training (light gray: pretraining, black: posttraining). (b) There is no
perceptual shift for nonadapted and control subjects. (c) The perceptual shift for adapted subjects (black) was reliably greater
than the shift observed in nonadapted and control subjects (light gray), which was not different than zero. (d) Histograms
showing the perceptual change for adapted (black) and nonadapted/control subjects (light gray). (e) The perceptual shift was
correlated with adaptation. Subjects that showed greater adaptation also had greater perceptual shifts.

training is evident. A measure of probability, that
was used to assess perceptual change, was
obtained by summing each subject's response probabilities for individual stimulus items and dividing the total by a baseline measure that was
obtained before learning. The change in identification probability from before to after training
was used to gauge the perceptual shift. In 15 of
the 17 subjects that adapted to the force field,
we found a rightward shift in the psychometric
function following training. This rightward

perceptual shift means that after force field
learning the auditory stimuli are more likely to
be classified as head. In effect, the perceptual
space assigned to head increased with motor
learning. The remaining six subjects who failed
to adapt did not show any consistent pattern in
their perceptual shifts.
We evaluated the possibility that the perceptual
shift might be due to factors other than motor
learning by testing a group of control subjects
who completed the entire experiment without
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force field training. This control study included
the entire sequence of several hundred speech
movements. For control subjects, the perceptual
shift, computed in the same manner as for the
experimental subjects, was not different than zero
(Fig. 6c). Moreover, we found that perceptual
shifts obtained for the nonadapted subjects in
the main experiment did not differ from the shifts
obtained from control subjects. Figure 6b shows
the psychometric functions averaged over nonadapted and control subjects combined, before
and after word repetition (or force field training
for the nonadapted subjects). No difference can
be seen in the psychometric functions of the
subjects that did not experience motor learning.
Statistical tests were conducted on the perceptual probability scores before and after training.
The analysis compared the scores of adapted
subjects with those of control subjects and
nonadapted subjects combined. The test thus compared the perceptual performance of subjects that
successfully learned the motor task with those
that did not. For adapted subjects, we found that
identification scores were significantly different
after training than before. For subjects that did
not show motor learning, the difference in the two
perceptual tests was nonsignificant. Thus, speech
motor learning in a force field environment
modifies perception of speech sounds. Word
repetition alone cannot explain the observed
perceptual effects.
In order to characterize further the pattern of
perceptual shifts, we obtained histograms giving
the distribution of shifts for both the adapted
and the combined nonadapted and control groups
(Fig. 6d). The histogram for the adapted group is
to the right of the histogram for the nonadapted
subjects. We also examined the possibility that
subjects that showed greater learning would also
show a greater perceptual shift. We calculated
an index of learning for each adapted subject by
computing the reduction in curvature over the
course of training divided by the curvature due
to the introduction of load. A value of 1.0
indicates complete adaptation. Computed in this

fashion, adaptation ranged from 0.05 to 0.55 and
when averaged across subjects and test words, it
was 0.29  0.03 (mean  SE). Figure 6e shows the
relationship between the amount of adaptation
and the associated perceptual shift. We found that
adapted subjects showed a small, but significant,
correlation of 0.53 between the extent of adaptation and the measured perceptual shift.
We assessed the possibility that there are
changes in auditory input over the course of force
field training that might contribute to motor
learning and also to the observed perceptual shift.
Acoustical effects related to the application of
load and learning were evaluated by computing
the first and second formant frequencies of the
vowel /æ/ immediately following the initial consonant in each of the test utterances. A statistical
analysis found no reliable differences in either
formant frequency over the course of the experiment. This suggests that there were no changes
in auditory input over the course of adaptation.

Discussion
In the limb movement study, we showed that
motor learning results in changes in the sensed
position of the limb. The passive control experiment reveals that changes in somatosensory perception depend on motor learning. The
perceptual change is robust, in that it persists for
periods lasting at least 24 h.
In the absence of movement, sensory experience results in a selective expansion of the specific regions of somatosensory cortex that are
associated with the sensory exposure, and it also
results in changes in the size of sensory receptive
fields that reflect the characteristics of the adaptation (Recanzone et al., 1992a,b). Changes to
receptive field size in somatosensory cortex are
observed when sensory training is combined with
motor tasks that require precise contact with a
rotating disk (Jenkins et al., 1990) or finger and
forearm movements to remove food from a narrow well (Xerri et al., 1999). In these latter cases,
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it is not clear whether it is the sensory experience,
the motor experience, or both factors in combination that leads to changes in the sensory system.
This issue is clarified by the findings summarized
here. Changes in sensory perception depend on
active movement and learning. Control subjects
who experienced the same movements but did
not experience motor learning showed no perceptual change. This points to a central role of motor
learning in somatosensory plasticity.
The idea that sensory perception depends on
both sensory and motor systems has been proposed by other researchers (Feldman, 2009; Haith
et al., 2008). One possibility is that the central
contribution to position sense involves motor
commands that are adjusted by adaptation (see
Feldman, 2009, for a recent review of central
and afferent contributions to position sense). In
effect, sensory signals from receptors are
measured in a motoric reference frame that can
be modified by learning. Another possibility is
that the learning recalibrates both sensory and
motor processes. Haith et al. propose that
changes in performance that are observed in the
context of learning depend on changes to both
motor and sensory function that are driven by
error (Haith et al., 2008).
In a second study, we found that the perceptual
classification of speech sounds was modified by
speech motor learning. There was a systematic
change such that following learning, speech
sounds on a continuum ranging from head to
had were more frequently classified as head.
Moreover, the perceptual shift varied with
learning; the perceptual change was greater in
subjects that showed greater adaptation during
learning. The perceptual shift was not observed
in subjects who failed to adapt to the forces
applied by the robot, nor was it observed in control subjects who repeated the same words but
did not undergo force field learning. This suggests
a link between motor learning and the perceptual
change. The findings thus indicate that speech
learning modifies not only the motor system but
also the perception of speech sounds.

The sensory basis of the auditory perceptual
effect was somatosensory in nature. Force field
training modified the motion path of the jaw and
hence somatosensory feedback, but it did not
affect the acoustical patterns of speech at any
point during training. Hence, there was no change
in auditory information that might result in perceptual modification. Thus the sensory basis of
both the motor learning and the perceptual recalibration is presumably somatosensory but not
auditory. This conclusion is supported by the
observation that adaptation to mechanical load
occurs when subjects perform the speech production task silently, indicating that it is not dependent
upon explicit acoustical feedback (Tremblay et al.,
2003). It is also supported by the finding that profoundly deaf adults who are tested with their assistive hearing devices turned off can still adapt
to mechanical loads applied during speech (Nasir
and Ostry, 2008).
The perceptual shift we observed is in the same
direction as in previous studies of perceptual
adaptation (Cooper and Lauritsen, 1974; Cooper
et al., 1976). Cooper and colleagues observed that
after listening to repetitions of a particular consonant–vowel stimulus, the probability that
subjects would report hearing this same stimulus
in subsequent perceptual testing was reduced.
The effect reported here is similar to that
observed by Cooper, but there are important
differences suggesting the effects are different in
origin. We found no perceptual shift in nonadapted subjects who repeatedly said or heard a
given test stimulus. Moreover, control subjects
also repeated and listened to the same set of
utterances but did not show a reliable perceptual
change. Both of these facts are consistent with
the idea that motor learning, but not repeated
experience with the speech stimuli, is the source
of the perceptual change.
Influences of somatosensory input on auditory
perception have been documented previously.
There is somatosensory input to the cochlear
nucleus, and there are known bidirectional
interactions between auditory and somatosensory
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cortex (Foxe et al., 2002; Fu et al., 2003; Jousmäki
and Hari, 1998; Kayser et al., 2005; Murray et al.,
2005; Schürmann et al., 2006; Shore and Zhou,
2006). In addition, there are reports that somatosensory inputs affect auditory perceptual function
in cases involving speech (Gillmeister and Eimer,
2007; Ito et al., 2009; Schürmann et al., 2004).
The present example of somatosensory–auditory
interaction is intriguing because subjects receive
somatosensory input when producing speech but
not when perceiving speech sounds produced by
others. Indeed, the involvement of somatosensory
information in the perceptual processing of
speech would be consistent with the idea that
speech perception is mediated by the mechanisms
of speech production (Hickok and Poeppel, 2000;
Libermann and Mattingly, 1985). This view is
supported by other studies demonstrating that
electromyographic responses evoked by transcranial magnetic stimulation (TMS) to primary
motor cortex are facilitated by watching speech
movements and listening to speech sounds
(Fadiga et al., 2002; Watkins et al., 2003), and that
speech perception is affected by repetitive TMS
to premotor cortex (Meister et al., 2007). However, the perceptual effects described here may
well occur differently, resulting from the direct
effects of somatosensory input on auditory cortex
(Hackett et al., 2007).
In summary, in both of the studies described
above, we have found that motor learning leads
to changes in perceptual function. In both cases,
the perceptual change was grounded in motor
learning; sensory experience on its own was not
sufficient for changes in perception. These
findings suggest that plasticity in sensory and
motor systems is linked, and that changes in each
system may not occur in isolation.
References
Ageranioti-Bélanger, S. A., & Chapman, C. E. (1992). Discharge properties of neurones in the hand area of primary
somatosensory cortex in monkeys in relation to the

performance of an active tactile discrimination task. II. Area
2 as compared to areas 3b and 1. Experimental Brain
Research, 91, 207–228.
Brown, L. E., Wilson, E. T., Goodale, M. A., & Gribble, P. L.
(2007). Motor force field learning influences visual processing of target motion. The Journal of Neuroscience, 27,
9975–9983.
Chapman, C. E., & Ageranioti-Bélanger, S. A. (1991). Discharge properties of neurones in the hand area of primary
somatosensory cortex in monkeys in relation to the performance of an active tactile discrimination task. I. Areas 3b
and 1. Experimental Brain Research, 87, 319–339.
Chen, J. L., Penhune, V. B., & Zatorre, R. J. (2008). Listening
to musical rhythms recruits motor regions of the brain. Cerebral Cortex, 18, 2844–2854.
Cohen, D. A., Prud'homme, M. J., & Kalaska, J. F. (1994).
Tactile activity in primate primary somatosensory cortex
during active arm movements: Correlation with receptive
field properties. Journal of Neurophysiology, 71, 161–172.
Cooper, W. E., & Lauritsen, M. R. (1974). Feature processing in
the perception and production of speech. Nature, 252, 121–123.
Cooper, W. E., Billings, D., & Cole, R. A. (1976). Articulatory
effects on speech perception: A second report. Journal of
Phonetics, 4, 219–232.
Cressman, E. K., & Henriques, D. Y. (2009). Sensory recalibration of hand position following visuomotor adaptation.
Journal of Neurophysiology, 102, 3505–3518.
Cressman, E. K., & Henriques, D. Y. (2010). Reach adaptation and proprioceptive recalibration following exposure to
misaligned sensory input. Journal of Neurophysiology, 103,
1888–1895.
Cressman, E. K., Salomonczyk, D., & Henriques, D. Y. (2010).
Visuomotor adaptation and proprioceptive recalibration in
older adults. Experimental Brain Research, 205, 533–544.
Darian-Smith, C., Darian-Smith, I., Burman, K., &
Ratcliffe, N. (1993). Ipsilateral cortical projections to areas
3a, 3b, and 4 in the macaque monkey. The Journal of Comparative Neurology, 335, 200–213.
Fadiga, L., Craighero, L., Buccino, G., & Rizzolati, G. (2002).
Speech listening specifically modulates the excitability of
tongue muscles: A TMS study. The European Journal of
Neuroscience, 15, 399–402.
Feldman, A. G. (2009). New insights into action–perception
coupling. Experimental Brain Research, 194, 39–58.
Foxe, J. J., Wylie, G. R., Martinez, A., Schroeder, C. E.,
Javitt, D. C., Guilfoyle, D., et al. (2002). Auditory-somatosensory multisensory processing in auditory association cortex: An fMRI study. Journal of Neurophysiology, 88,
540–543.
Fu, K. M., Johnston, T. A., Shah, A. S., Arnold, L., Smiley, J.,
Hackett, T. A., et al. (2003). Auditory cortical neurons
respond to somatosensory stimulation. The Journal of Neuroscience, 23, 7510–7515.

43
Gillmeister, H., & Eimer, M. (2007). Tactile enhancement of
auditory detection and perceived loudness. Brain Research,
1160, 58–68.
Gribble, P. L., & Scott, S. H. (2002). Overlap of internal
models in motor cortex for mechanical loads during
reaching. Nature, 417, 938–941.
Hackett, T. A., Smiley, J. F., Ulbert, I., Karmos, G.,
Lakatos, P., de la Mothe, L. A., et al. (2007). Sources of
somatosensory input to the caudal belt areas of auditory
cortex. Perception, 36, 1419–1430.
Haith, A., Jackson, C., Miall, R., & Vijayakumar, S. (2008).
Unifying the sensory and motor components of sensorimotor adaptation. Advances in Neural Information Processing
Systems, 21, 593–600.
Hickok, G., & Poeppel, D. (2000). Toward functional neuroanatomy of speech perception. Trends in Cognitive Science,
4, 131–138.
Ito, T., Tiede, M., & Ostry, D. J. (2009). Somatosensory
function in speech perception. Proceedings of the National
Academy of Sciences of the United States of America, 106,
1245–1248.
Jenkins, W. M., Merzenich, M. M., Ochs, M. T., Allard, T., &
Guíc-Robles, E. (1990). Functional reorganization of
primary somatosensory cortex in adult owl monkeys after
behaviorally controlled tactile stimulation. Journal of
Neurophysiology, 63, 82–104.
Jones, E. G., Coulter, J. D., & Hendry, S. H. (1978). Intracortical connectivity of architectonic fields in the somatic
sensory, motor and parietal cortex of monkeys. The Journal
of Comparative Neurology, 181, 291–347.
Jousmäki, V., & Hari, R. (1998). Parchment-skin illusion:
Sound-biased touch. Current Biology, 8, RC190.
Kayser, C., Petkov, C. I., Augath, M., & Logothetis, N. K.
(2005). Integration of touch and sound in auditory cortex.
Neuron, 48, 373–384.
Lackner, J. R., & Dizio, P. (1994). Rapid adaptation to coriolis
force perturbations of arm trajectory. Journal of Neurophysiology, 72, 299–313.
Libermann, A. M., & Mattingly, I. G. (1985). The motor theory of speech perception revised. Cognition, 21, 1–36.
Malfait, N., Henriques, D. Y., & Gribble, P. L. (2008). Shape
distortion produced by isolated mismatch between vision
and proprioception. Journal of Neurophysiology, 99,
231–243.
Meister, I. G., Wilson, S. M., Deblieck, C., Wu, A. D., &
Iacoboni, M. (2007). The essential role of premotor cortex
in speech perception. Current Biology, 17, 1692–1696.
Murray, M. M., Molholm, S., Michel, C. M., Heslenfeld, D. J.,
Ritter, W., Javitt, D. C., et al. (2005). Grabbing your ear:
Rapid auditory-somatosensory multisensory interactions in
low-level sensory cortices are not constrained by stimulus
alignment. Cerebral Cortex, 15, 963–974.

Nasir, S. M., & Ostry, D. J. (2006). Somatosensory precision in
speech production. Current Biology, 16, 1918–1923.
Nasir, S. M., & Ostry, D. J. (2008). Speech motor learning
in profoundly deaf adults. Nature Neuroscience, 11,
1217–1222.
Prud'homme, M. J., & Kalaska, J. F. (1994). Proprioceptive
activity in primate primary somatosensory cortex during
active arm reaching movements. Journal of Neurophysiology, 72, 2280–2301.
Prud'homme, M. J., Cohen, D. A., & Kalaska, J. F. (1994).
Tactile activity in primate primary somatosensory cortex
during active arm movements: Cytoarchitectonic distribution. Journal of Neurophysiology, 71, 173–181.
Pulvermüller, F., Huss, M., Kherif, F., Moscoso del Prado
Martin, F., Hauk, O., & Shtyrov, Y. (2006). Motor cortex
maps articulatory features of speech sounds. Proceedings
of the National Academy of Sciences of the United States of
America, 103, 7865–7870.
Purcell, D. W., & Munhall, K. G. (2006). Adaptive control of
vowel formant frequency: Evidence from real-time formant
manipulation. The Journal of the Acoustical Society of
America, 119, 2288–2297.
Recanzone, G. H., Merzenich, M. M., Jenkins, W. M.,
Grajski, K. A., & Dinse, H. R. (1992a). Topographic reorganization of the hand representation in cortical area 3b owl
monkeys trained in a frequency-discrimination task. Journal
of Neurophysiology, 67, 1031–1056.
Recanzone, G. H., Merzenich, M. M., & Jenkins, W. M.
(1992b). Frequency discrimination training engaging a
restricted skin surface results in an emergence of a cutaneous response zone in cortical area 3a. Journal of Neurophysiology, 67, 1057–1070.
Schürmann, M., Caetano, G., Jousmäki, V., & Hari, R. (2004).
Hands help hearing: Facilitatory audiotactile interaction at
low sound-intensity levels. The Journal of the Acoustical
Society of America, 115, 830–832.
Shadmehr, R., & Holcomb, H. H. (1997). Neural correlates of
motor memory consolidation. Science, 277, 821–825.
Shadmehr, R., & Mussa-Ivaldi, F. A. (1994). Adaptive representation of dynamics during learning of a motor task. The
Journal of Neuroscience, 14, 3208–3224.
Shore, S. E., & Zhou, J. (2006). Somatosensory influence on
the cochlear nucleus and beyond. Hearing Research,
216–217, 90–99.
Simani, M. C., McGuire, L. M., & Sabes, P. N. (2007). Visualshift adaptation is composed of separable sensory and taskdependent effects. Journal of Neurophysiology, 98,
2827–2841.
Soso, M. J., & Fetz, E. E. (1980). Responses of identified cells
in postcentral cortex of awake monkeys during comparable
active and passive joint movements. Journal of Neurophysiology, 43, 1090–1110.

44
Taylor, M. M., & Creelman, C. D. (1967). PEST: Efficient
estimates on probability functions. The Journal of the
Acoustical Society of America, 41, 782–787.
Tremblay, S., Shiller, D. M., & Ostry, D. J. (2003). Somatosensory basis of speech production. Nature, 423, 866–869.
van Beers, R. J., Wolpert, D. M., & Haggard, P. (2002). When
feeling is more important than seeing in sensorimotor adaptation. Current Biology, 12, 834–837.

Watkins, K. E., Strafella, A. P., & Paus, T. (2003). Seeing and
hearing speech excites the motor system involved in speech
production. Neuropsychologia, 41, 989–994.
Xerri, C., Merzenich, M. M., Jenkins, W., & Santucci, S.
(1999). Representational plasticity in cortical area 3b paralleling tactual-motor skill acquisition in adult monkeys.
Cerebral Cortex, 9, 264–276.

