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Human tactile detection of within- 
and inter-finger spatiotemporal 
phase shifts of low-frequency 
vibrations
Scinob Kuroki   & Shin’ya Nishida

When we touch an object, the skin copies its surface shape/texture, and this deformation pattern shifts 
according to the objects movement. This shift pattern directly encodes spatio-temporal “motion” 
information of the event, and has been detected in other modalities (e.g., inter-aural time differences 
for audition and first-order motion for vision). Since previous studies suggested that mechanoreceptor-
afferent channels with small receptive field and slow temporal characteristics contribute to tactile 
motion perception, we tried to tap the spatio-temporal processor using low-frequency sine-waves as 
primitive probes in our previous study. However, we found that asynchrony of sine-wave pair presented 
on adjacent fingers was difficult to detect. Here, to take advantage of the small receptive field, we 
investigated within-finger motion and found above threshold performance when observers touched 
localized sine-wave stimuli with one finger. Though observers could not perceptually discriminate 
rightward from leftward motion, the adaptation occurred in a direction-sensitive way: the motion/
asynchronous detection was impaired by adapting to asynchronous stimuli moving in the same 
direction. These findings are consistent with a possibility that human can directly encode short-range 
spatio-temporal patterns of skin deformation by using phase-shifted low-frequency components, in 
addition to detecting short- and long-range motion using energy shifts of high-frequency components.

Tactile signals are sensed by mechanoreceptors distributed over the elastic surface of the body, i.e., the skin. 
When the skin contacts an object, it is spatially deformed. As the skin or the body moves relative to the object, 
this deformation pattern is spatially shifted (Fig. 1A). This shift is the source of the brain’s ability to know the 
location changes or movements of an object on the skin (Fig. 1B). In other modalities, this type of spatiotempo-
ral input pattern (e.g., inter-aural time differences in audition; motion in vision) is considered to be detected by 
coincidence detectors with delay lines1,2 or spatiotemporal energy detectors3. Similar mechanisms (Fig. 1C) are 
suggested to underlie tactile motion detection4,5.

In touch, there are two groups of sensory channels with different spatio-temporal characteristics6–12: One 
group comprises the Pacinian corpuscles (PC channel), which is sparsely distributed in a deep layer of the skin 
and sensitive to high-frequency vibrations. The other comprises the non-Pacinian (non-PC) channels, including 
Meissner corpuscles (RA channel) and Merkell cells (SA channel), which are densely distributed in a shallow 
layer of the skin and sensitive to low-frequency vibrations. While the PC channel has large receptive fields (e.g., 
covering the whole palm with transient stimuli), the non-PC channels have small receptive fields (2–3 mm on 
the finger skin). Considering these receptive field characteristics, the non-PC channels appear to be more suited 
than the PC channel for detecting spatiotemporal shift patterns on the skin surface. Indeed, many studies have 
reported behavioural and neuronal evidence indicating that the non-PC channels are related to tactile motion/
direction detection13–15.

If tactile motion is computed by the motion detectors (Fig. 1C) using the input signals from the non-PC chan-
nels, we expect that the stimulus in Fig. 2C will be an effective inducer of tactile motion sensation. The stimulus 
consists of two or more sine-wave vibrations presented at multiple skin locations, with temporal phase shifts 
among them. The asynchronous stimulus produces a primitive motion input, i.e., a spatial shift of the temporal 
features (e.g., peaks) of the vibrations. The frequency of vibration is within the low-frequency range preferred by 
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the non-PC channels (<40 Hz), where the information about the input waveform is well stored in the pattern of 
neural firings12,16–22. The phase difference among the low-frequency sine waves matches the behavioural effective 
range of tactile temporal judgments (20–100 ms)23–27.

Recently, we used this type of stimulus to psychophysically examine the human ability to detect spatiotemporal 
shifts of tactile inputs, and tactile movements, between adjacent fingers28. We presented a pair of low-frequency 
sine-wave vibrations to the index and middle fingers of the same hand of the participant, who was asked to dis-
criminate an asynchronous (phase-shifted) pair from synchronous ones. The results showed that the asynchrony 
detection was nearly impossible (except when the vibration was so slow that the participants could use a cognitive 
tracking strategy). Since spatiotemporal asynchrony detection is a prerequisite to motion detection, failure in 
asynchrony detection implies the inability of the tactile system to detect motion (while success in asynchrony 
detection does not necessarily imply the ability to detect motion). In contrast, the participants’ performance was 
much improved when the sine-wave modulation was replaced with modulations with high-frequency compo-
nents, such as a repetitive impulse sequence and an amplitude modulation (AM) of high-frequency vibrations. 
The results suggest that the PC channel, rather than the non-PC ones, contribute to spatiotemporal processing of 
tactile signals under the conditions tested in that study.

In this study, we tried to gain insight into the motion detection mechanism that takes low-frequency inputs 
(Fig. 1C) by presenting the sine-wave motion stimuli on a single finger. Compared to the inter-finger motion 
tested in Kuroki et al.28, within finger motion is more common in daily life. In addition, we conjecture that the 
tactile motion system may have a long-range motion mechanism and a short-range motion mechanism29 (see 
e.g.,30 for a similar idea in vision), and that the non-PC channels with small receptive fields may feed inputs to the 
short-rage (within-finger) motion mechanisms but not to the long-range ones.

We found that the performance of detecting asynchronous sine-wave stimuli (potentially containing a motion 
cue) from synchronous stimuli (containing no motion cue) was significantly improved when the stimuli were 
presented on a single finger (experiment 1A), but the performance was not as good as that with high-frequency 
components (impulse sequences and AM wave stimuli, experiment 1B). We could not find evidence of direction 
coding in a perceptual direction discrimination task (experiment 2); however, we found a direction-selective 
adaptation effect (experiment 3). These findings are consistent with the existence of short-range tactile motion 
detectors based on the non-PC channels with a small receptive field.

Results
Experiment 1A. The first experiment measured the threshold for discriminating an asynchronous stimulus 
from synchronous stimuli presented on the finger(s) and examined effects of the number of stimulated fingers 
and stimulators. Participants touched horizontally aligned pins of stimulators with their index, middle, and/or 

Figure 1. Conceptual sketch of spatio-temporal shift induced by input signal. (A) Skin deformation with a 
moving object. (B) Skin deformation at each sensor location. (C) Possible mechanism for encoding spatio-
temporal shift between sensors. ‘D’ denotes delay. See text for further details.

Figure 2. Stimulus arrangements and time sequence. (A,B) Participants placed their left index, middle, and/or 
ring fingers on the stimulators and boards in three-pin conditions. In two-pin conditions, pin #2 was removed 
and only pin #1 and #3 were used. (C) The waveform was fixed except for the phase. Two of the three pairs were 
synchronous (solid) and one of the first or third pair was asynchronous (dashed). Participants were asked to 
report whether the odd one was the first or third pair.
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ring finger(s) of left hand (Fig. 2A,B). The presented stimuli were sine waves, and the phase difference between 
the rightmost pin and leftmost pin of asynchronous stimuli was ±90 degrees. To estimate synchrony/asynchrony 
discrimination sensitivity, we used odd-ball detection with two-alternative forced choice (2AFC). Participants 
were presented three pairs of stimuli (Fig. 2C) and asked to report one odd-ball stimulus (asynchronous “A”, 
which had a phase difference of ±90 degrees) from the other two stimuli (synchronous “S”). Here, the order of 
the three test stimuli was either A-S-S or S-S-A, and thus the chance level was proportion correct 0.5. This was a 
sensitive procedure to evaluate perceptual discrimination performance between A and S. We did not ask partici-
pants to identify the synchrony/asynchrony for a single stimulus presentation, since our preliminary observation 
suggested that some participants mistakenly identified S stimuli as A due to a response bias or a labelling error. 
The odd-ball task excludes the influences by such non-perceptual errors. Note also that, for each stimulus pres-
entation, we randomized the initial phase of the stimulus so that the first or last pin position could not be a cue 
to discriminate A from S.

Figure 3 shows that the asynchrony discrimination performance (vertical axis) for all conditions decreased 
with an increase in frequency from 2.5 to 20 Hz (horizontal axis). First, we successfully replicated our previous 
result. The 2-pin 2-finger condition was identical to that in our previous study28, and the performance (filled blue 
squares) was low for 5- to 20-Hz stimuli. Though the performance was improved with 2.5-Hz stimuli, as in the 
previous study, this exceptional performance may reflect the contribution of the cognitive tracking mechanism 
(see discussion in28). When the stimuli were presented on the same finger (filled blue circles), the performance 
improved. When the number of stimuli was increased to three (right panel of Fig. 3), the performance improved, 
presumably because three pins produced asynchrony signals not only between pin #1 and #3, but also between 
#1 and #2, and between #2 and #3. Moreover, the performance for the one-finger condition (open red circles) far 
exceeded the 75% threshold and was clearly better than for the multiple-finger condition (open red squares). The 
performance in the 3-pin 1-finger condition dropped to 75% at 20 Hz, where the phase difference between the 
adjacent pins was 12.5 ms. This is close to the previously reported best performance of human temporal discrim-
ination with single taps23–27.

Experiment 1B. We also measured the asynchrony detection performance with stimuli contain-
ing high-frequency components. The presented stimuli were AM waves (carrier frequency: 180 Hz) and 
impulse sequences. The phase difference was determined according to the interval between peak values (i.e., 
energy-based phase difference). Apparently, the performance was much higher than that with sine waves even 
with multiple-finger conditions (Fig. 4).

Experiment 2. We found that asynchronous detection performance was above the 75% threshold when 
sine-wave stimuli were presented on a single finger pad. Though this is consistent with the existence of short-range 
tactile motion detectors sensitive to low temporal frequency inputs, success in asynchrony detection does not 
necessarily imply the ability to detect motion, since the asynchrony detection could be based on non-motion cues. 
One possible non-motion cue is produced by the spread of surface waves on elastic skin. The strain energy dis-
tribution (SED) on a finger pad with synchronous stimuli and asynchronous stimuli is likely to be different when 
stimuli are presented on one finger. Since there is no SED interference between stimuli when they are presented 
on separate fingers (multiple-finger condition), our result is consistent with this possibility. Another possible clue 
is a difference in lateral inhibition: stronger inhibition would occur in the synchronous condition, especially with 
the within-finger condition. Thus, participants might use the perceived intensity difference to find an odd “A” 
from the “Ss”. The critical test to tease apart the motion-based cue from the non-motion alternatives is to check 
direction sensitivity, which was done in the next two experiments.

The second experiment examined whether the participants could judge the direction of the phase shift of 
asynchronous sine-wave stimuli. The participants’ task was to discriminate an asynchronous stimulus with 
phase difference phi from an opposite asynchronous stimulus with phase difference –phi. The SEDs of the two 

Figure 3. Results of asynchrony discrimination with sine waves (experiment 1A). Data points show averaged 
data of asynchronous discrimination performance across the ten participants with error bars representing 95% 
confidence intervals, which were calculated by the boot strapping method58. The vertical axis represents the 
ratio of asynchronous pairs detected correctly. The horizontal axis represents the frequency of presented stimuli. 
Asterisk denotes a significant difference between two conditions in the same graph in each frequency condition. 
**CI99% *CI95%. See detail in analysis section.
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asynchronous stimuli were mirror images, and expectedly hard to discriminate only from their spatial patterns. 
Furthermore, the inhibition strength is likely to be similar for asynchronous stimuli with ± phi, and thus the 
two asynchronous stimuli would be difficult to discriminate based on the inhibition magnitude cue. If, as shown 
in Fig. 1C, direction-sensitive motion detectors are involved, we expected the two asynchronous stimuli to be 
discriminable.

The presented stimuli were sine waves, and the phase difference was ±90 degrees. Participants were asked to 
report one odd-ball stimulus (one rightward shifted stimulus from two leftward shifted stimuli or vice versa). 
Since the initial phase of the stimulus was randomised, even when the rightmost pin protruded first, the stimulus 
was not necessarily a leftward one.

The result showed that in most cases, participants could not discriminate the two asynchronous directions 
(Fig. 5) even though the magnitude of asynchrony was above the detectable level in some conditions (Fig. 3). The 
results do not reject the possibility that the asynchrony detection in experiment 1 was based on a non-motion cue.

Experiment 3. In contrast to experiment 2, experiment 3 supported the existence of motion detectors 
driven by phase-shifted sine-wave vibrations. In this experiment, we tested a direction-selective adaptation effect 
wherein adapting to asynchronous stimuli in one direction reduces the detection sensitivity to the asynchronous 
stimuli that have the same direction more than it does that to the asynchronous stimuli in the non-adapted 
direction. It has been shown that adaptation is an effective psychophysical technique for probing early sensory 
processing even when the outcome of that processing is not reflected in final perception31–33. Likewise, if there 
are direction-sensitive motion detectors in the early tactile processing, the adaptation effect may occur in a 
direction-sensitive way even when the final perception is not direction sensitive. A direction-selective adapta-
tion effect itself has been observed in tactile modality with energy-based phase difference of impulse sequence 
and AM stimuli34–36. In the last experiment, we investigated direction-selectivity of motion detectors encoding 
spatio-temporal patterns of skin deformation by testing whether adaptation to asynchronous low-frequency sine 
wave stimuli affects asynchrony detection of succeeding stimuli.

The performance of sine-wave asynchrony detection was measured in the same manner as in experiment 1. 
The pin-finger combination was fixed to the 3-pin 1-finger condition. The presented stimuli were sine waves, 
and the frequency was fixed at 5 Hz. In the rightward/leftward adaptation condition, asynchronous stimuli with 
a phase difference of 90/−90 degrees were presented for 10 s. After that, three stimuli pairs were presented with 
in the order of either A-S-S or S-S-A, where the phase difference of the asynchronous pair was one of {−90, −45, 
45, 90} degrees. Participants were asked to report one odd-ball stimulus (asynchronous “A” from the two “Ss”). 
The results for the with-adaptation condition were plotted according to the phase to which the participants had 
adapted: the data for the leftward (−90 degrees) adaptation condition were flipped and merged with those for 
the rightward (90 degrees) adaptation condition. Positive values on the horizontal axis mean the same direction 
as the adapted direction. Without adaptation (red open circles with solid lines in Fig. 6), the performance of the 

Figure 4. Results of asynchrony discrimination with AM waves and impulse sequences (experiment 1B).

Figure 5. Results of direction discrimination with sine waves (experiment 2).
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asynchrony detection of a test stimuli changed in accordance with its phase difference regardless of its direction: a 
small phase difference resulted in poor performance. When the performance was measured after adaptation (blue 
filled circles with solid lines), the detection performance depended not only on the absolute phase difference but 
also on the phase to which the participants had adapted: asynchronous with the same direction ϕ to adaptation 
stimuli was difficult to detect in the sine-wave condition. In addition, CIs were not overlapped between the with- 
and without-adaptation conditions for the phase difference of ϕ/2 to which the participants had adapted. Note 
that with these test stimuli, participants had no clear idea of their direction (red squares).

Discussion
To investigate whether the brain can directly encode phase shifts of low-frequency inputs, especially with 
within-finger short-range motion, we presented continuous sine-wave stimuli on finger(s) with a phase differ-
ence, and measured the performance of asynchrony detection and its direction (sign of relative phase) discrimi-
nation. Experiment 1 demonstrated that participants could discriminate asynchronous stimuli of three sine waves 
from synchronous ones when the stimuli were presented on a single finger. The performance degraded when 
stimuli were presented by fewer pins or presented on multiple fingers, while that with AM waves or impulse 
sequences remained high both with single- and multiple-finger conditions. It is conceivable but unlikely that 
the observed discriminability was the result of feature tracking with attentional mechanisms, since the revealed 
discriminable time/phase difference (around 10 Hz) was much higher than the main target range of attentional 
mechanisms (2–3 Hz)37. In experiment 2, we found that participants could not perceptually discriminate asyn-
chronous stimuli from the other asynchronous stimuli in the opposite direction (in which the absolute value 
of relative phase was the same but the sign was inversed), even when the asynchrony of the stimuli itself was 
detectable. It is possible that participants solved experiment 1 by using not a motion cue but the temporal pattern 
difference of the SED and/or a perceived intensity difference caused by lateral inhibition. If true, an adaptation to 
asynchronous stimuli would impair the performance of asynchrony detection regardless of direction/sign of the 
stimuli. Nevertheless, in experiment 3, we found that the adaptation indeed occurred in a direction-sensitive way. 
Even though observers could not report/perceive the direction of adaptation nor the target stimuli, an aftereffect 
occurred. Taken together, these findings support the view that human observers have some mechanisms that 
directly encode short-range spatio-temporal patterns of skin deformation by using phase-shifted low-frequency 
vibrations as inputs.

Past physiological findings have suggested tactile motion detection mechanisms that appear to be related to 
the current finding. Some neurons in the primary somatosensory cortex and peripheral afferents show receptive 
fields comprising a central region with excitation, adjacent regions of synchronous inhibition, and/or lagged inhi-
bition4,15,38,39, which make these neurons selective for particular motion signals. Note that most of these reports 
were about the non-PC channels, which were preliminarily identified according to the receptive field size and 
temporal response characteristics based on established criteria12,13,40. Indeed, the high sensitivity of the non-PC 
afferents/neurons to the motion stimuli has been reported13,15,41,42. On the other hand, that of the PC channel has 
been obscure, since the PC channel is known to be highly insensitive to the spatial properties of stimuli presented 
to their RFs43. In a psychophysical study, Gardner and Sklar14 presented moving bar stimuli using a pin array 
actuator that selectively activates only RA and PC afferents and found that motion and its direction are well dis-
criminated by human participants. Since the PC channel showed too little spatial resolution, they concluded that 
motion perception is mainly based on the RA responses and showed that the amount of firing of RA populations 
stimulated by their stimuli was correlated with the behavioural performance of direction discrimination. To these 
previous findings, our study adds new behavioural evidence of a tactile motion detector based on the non-PC 
channels, which are sensitive to short-range motion and have a small receptive field.

Although the present results support the existence of a tactile motion detector with a small receptive field and 
slow temporal characteristics, some of our findings cannot be explained by only this mechanism. In the remain-
der of the paper, we first discuss why the mechanism, which is direction sensitive according to the adaptation 

Figure 6. Results of asynchrony discrimination with/without adaptation (experiment 3). Red open circles 
represent asynchrony discrimination with the same procedure as in experiment 1 with 5 Hz stimuli with 90 
degrees (phi) or 45 degrees (phi/2) asynchronous. Blue closed circles represent the same discrimination after 
10-s adaptation to asynchronous stimuli of 5 Hz with phase difference phi. Red open squares represent direction 
discrimination with the same procedure as in experiment 2. Asterisk denotes a significant difference between 
with- and without-adaptation conditions in each asynchronous condition. **CI99% *CI95%.
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effect, failed to induce direction perception. Then, we comment on the PC-based long-range/high frequency 
motion detectors.

Lack of direction sensitivity?. As we observed a direction-selective adaptation effect, the asynchrony/
motion detector tapped by our stimuli has direction sensitivity. However, we could not observe a clear abil-
ity to discriminate perceived direction even in the within-finger condition, and we do not have a full expla-
nation for this negative finding. One might suspect that there were many procedural differences between the 
current and previous studies24,26,44 and this might cause the difference in the results. Since we tried to limit the 
frequency range, our stimuli were not brief pulse stimuli but continuous 1-s stimuli. In addition, since we used an 
odd-one-out procedure, participants had to wait for three stimuli to make one judgment, whereas the direction/
temporal order was judged for each stimulus in the conventional procedure. We tried to check for possible effects 
of the long duration, repetitiveness, and limited frequency range of our stimuli, but none of them drastically 
improved the performance (see supplemental materials). Another possibility is labelling confusion. For behav-
ioural spatiotemporal tasks (e.g., direction judgement: experiment 2), it is widely known that the task becomes 
difficult when the stimuli are presented close in space23,24,26,45. The reason behind this has been ascribed that 
direction judgments require a process for not only perceiving the stimuli as asynchronous, but also one for spa-
tially labelling the order of the presented stimuli (right or left first)46,47. The latter process has been suggested to be 
cognitive and attention-related48, and it may cause labelling confusion with closely presented stimuli. However, 
we consider this hypothesis unlikely since we used an odd-one-out procedure, which is rather free from a spa-
tial labelling process. Finally, recall that our stimuli were apparent motion in the sense that they were sparsely 
and vertically represented. In other words, our stimuli were not designed to induce a directional distribution of 
tangential force/displacement (i.e., shear force). Note that motion-related neural signal has been measured with 
apparent motion stimuli42,49. Nevertheless, it is highly unlikely in our daily life that motion on the fingertip occurs 
without shear force. Shear force can directly encode the direction of motion; therefore, the brain has a good 
reason to use this information. Indeed, most neurophysiological evidence of motion-related neural signal was 
obtained with real motion (e.g., tangential scanning/force stimuli)50–53. This difference may account for the low 
subjective direction perception.

Low-frequency phase shift vs high-frequency energy shift. We consistently observed relatively bet-
ter performance of asynchrony detection with AM waves and impulse sequences compared to that with sine 
waves. In our previous study28, we discussed two kinds of neural responses that can act as the information source 
of timing signal for asynchrony detection: the phase-locked response to the phase of relatively slow inputs and 
the response to the amplitude change of relatively fast inputs (i.e., the loci of stimulus energy concentration). 
Accordingly, the stimuli we used in the current study can be described as follows: the low-frequency sine wave 
contains a phase cue, the high-frequency limited AM wave contains an energy cue, and the impulse sequence 
contains both the phase and energy cues. Taken together with this, our results support the dominance of the 
high-frequency energy cue in asynchrony detection, especially in the multiple-finger condition. This is consistent 
with our previous study in which stimuli were presented on the two adjacent fingers28. Our conjecture here is that 
temporal relationships between long-range (across finger) tactile inputs are mainly judged based on the mecha-
nism signalling the energy shifts of the envelope structure of high-frequency components, while those between 
short-range (within finger) inputs may be detected by the mechanism signalling the phase of the low-frequency 
components in addition to the energy-cue mechanism. This seems to be consistent with the difference in the size 
of the receptive field of responding channels: Long-range motion is mainly encoded by high-frequency com-
ponents through the PC channel with a wide receptive field, while low-frequency components contribute to 
short-range motion detection through the non-PC channels with a small size receptive field. Note, however, 
that asynchrony between AM waves was well detected not only when stimuli were presented across fingers but 
also when they were presented within finger, suggesting a possible contribution of the PC channel with a large 
receptive field for short-range motion. Although we have little knowledge about the reason behind this at present, 
we speculate that position information and timing information may come from different channels and then be 
interpreted as motion. The PC channel is known for its relatively large receptive field, and the position/direction 
information of within-finger stimuli in the current study (5 mm apart) would be highly obscure if it had been 
encoded only with this channel. The non-PC channels are known for their small receptive field, and even a single 
pulse stimulus on this channel can induce localized perception. Thus, it seems reasonable that the non-PC chan-
nel information is used as the position source. Recent physiological studies have shown an interaction between 
cross-channel information at a very early level of the somatosensory cortex39,54,55 or even at the spinal level56. 
This kind of seemingly hyper-resolution spatial acuity depending on information integration across different 
sub-modalities has been reported before57. Though the hypothesis remains highly speculative at this moment, it 
is a promising direction of future study to understand how these different characteristic channels are integrated 
and effectively contribute to our spatio-temporal perception.

In summary, the results suggest that human observers can detect within-finger motion/phase differences 
using phase information of low-frequency inputs. Asynchrony of the phase difference (i.e., motion cue) was 
detected when stimuli were presented on a single finger. Though the reason behind this remains obscure, the 
direction of motion stimuli could not be detected even when the asynchrony of the stimuli was at a detecta-
ble level. Nevertheless, the adaptation procedure revealed that the motion detector tapped by our stimuli has 
direction sensitivity. Though further investigations are necessary, our results are mostly consistent with the idea 
that human observers have a motion mechanism with slow temporal characteristics, and this mechanism may 
specifically respond to within-finger short-range motion signal. In addition, our results also indicate that human 
observers can detect within- and across-finger motion using energy shifts of high-frequency inputs. There are 
multiple mechanisms for tactile motion detection.
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Methods
Participants. One of the authors (SK) and 18 volunteers (15 females), aged from 21 to 44 years and all right-
handed except one, participated in the experiments. Ten of them participated in each experiment, with partial 
overlaps of participants across the four experiments. They gave written informed consent before the start of the 
experiment. The volunteers had no specialized knowledge about psychophysical experiments and were unaware 
of the purpose of the experiments. Recruitment of participants and experimental procedures were approved by 
the NTT Communication Science Laboratory Research Ethics Committee and were conducted in accordance 
with the Declaration of Helsinki.

Apparatus. We used the same voice coil actuators (EMIC, Kyoto, Japan, 511-A) as in our previous studies35,37. 
The maximum force was 15 N at 5 kHz. Piano wire “pins” were fixed as contactors on actuators, and they vertically 
deformed the skin through holes in metal boards as shown in Fig. 1. A rigid surround with a 1-mm gap between it 
and each pin prevented the spread of surface waves of the skin59. The diameters of the contactor and its hole were 
1.0 and 3.0 mm, respectively.

There were four finger-pin conditions. In the 3-pin 1-finger condition and 2-pin 1-finger condition, the stim-
uli were delivered with three/two pins to the participants’ left index, middle, or ring fingers (Fig. 2A). Each finger 
was chosen with approximately equal probability. The distance between the leftmost (#1) and rightmost (#3) pins 
was 5 mm. In the 3-pin 3-finger condition, the stimuli were delivered with three pins to the participants’ left ring, 
middle, and index fingers. The distance between the leftmost (#1) and rightmost (#3) pins was 40 mm (Fig. 2B). In 
the 2-pin 2-finger condition, the stimuli were delivered with two pins (#1 and #3) to the participants’ left middle 
and index fingers with separation of 40 mm.

A participant sat at a table with the left arm resting on an armrest, with the left index, middle, and/or ring 
fingers placed on the actuators. The pins of the actuators always contacted the fingers throughout the experi-
ment. The equipment was placed in front of the participant, a little to the left side. Participants made responses 
by clicking a mouse with their right hand. They performed experiments with their eyes open to maintain their 
arousal level, but an occluder prevented them from seeing the vibrations of the actuators. They wore earplugs and 
headphones, from which pink noise was presented continuously throughout the experiment to mask any noise 
sound made by the vibration of the actuators.

Stimuli. We tested 2.5-, 5-, 10-, and 20-Hz sine waves, AM waves with a carrier frequency of 180 Hz, and 
impulse-sequence stimuli with an onset of 5 ms for each impulse. Stimulus intensity was controlled through 
output voltage, which corresponded to the force/intensity of each stimulus. The amplitude of each stimulus was 
0.4, 0.4, 0.3, and 0.3 mm for the 2.5-, 5-, 10-, and 20-Hz sine waves, 0.05 mm for AM waves, and 0.06 mm for 
the impulse sequences with the finger of participant SK, measured with a laser displacement meter (KEYENCE 
LC-2440). These values were chosen to match subjective intensity across stimuli and determined based on a 
preliminary experiment. The duration of the stimulus was always 1000 ms. To prevent participants from judging 
phase differences from abrupt skin deformation during the onset and offset of stimuli, each stimulus had a 25-ms 
cosine ramp both at its onset and offset.

Procedures. In the asynchrony detection experiments (experiments 11A and B), a beep sound was presented 
at the beginning of each trial, and three test stimuli, each of which lasted 1000 ms, were delivered to the partici-
pant at intervals of 500 ms (Fig. 2C). The presented vibrations were sine waves in experiment 11A and AM waves 
or impulse sequences in experiment 1B. Two of the three stimuli were “synchronous (S)” and the remaining one 
was “asynchronous (A)”. The order of the three vibration stimuli was either A-S-S or S-S-A, with equal probabil-
ity. Participants made a binary response as to whether the first or the third stimulus was different from the other 
stimuli. After each response, feedback by an auditory tone let the participant know whether his/her response was 
correct or wrong. Note that we did not ask participants to identify the asynchronous stimulus since there was no 
guarantee that they could always perceive the physically asynchronous stimulus as “asynchronous.” Instead, we 
instructed them to perform an odd-one-out task, which should be possible if they could detect any difference 
between the asynchronous and synchronous stimuli. This odd-one-out procedure was also used in our previous 
study28.

Four finger-pin conditions (2/3-pin single-/multiple-finger condition) were tested in experiment 11A, and two 
conditions (3-pin single-/multiple-finger condition) were tested in experiment 1B. In 2-pin conditions, an asyn-
chronous stimulus was presented with the phase difference of ±90 degrees. In 3-pin conditions, an asynchronous 
stimulus was presented with the phase difference of ±45 degrees on adjacent vibrations so that phase difference 
between the rightmost and leftmost vibration was ±90 degrees. The lags were presented to the rightmost and 
leftmost vibration with equal probability. With the relative phase fixed, the initial phase of the stimulus was ran-
domly chosen for each stimulus. Thus, the onset timing (i.e., when the pins pushed on the skin) was different for 
each presentation. The finger-pin condition, the presented frequency, and waveform were fixed during a block 
(ten trials), so the “S” was always the same while phase difference (90 or −90 degrees) and presented order of “A” 
were changed, i.e., the difference between presented stimuli in the same block was only their initial phase and rel-
ative phase. This procedure was chosen to make participants focus and maximize their performance. Participants 
took a break longer than 10 min after two or three blocks. Twenty trials were performed for each condition. Each 
participant in experiment 11A performed 320 trials (20 trials x4 finger-pin conditions x4 frequencies x1 wave-
forms); each participant in experiment 1B performed 320 trials (20 trials x2 finger-pin conditions x4 frequencies 
x2 waveforms).

In the asynchrony discrimination experiment (experiment 2), the procedure was the same as in the asyn-
chrony detection experiment (experiment 11A) with following exceptions. Two of the three stimuli were “right-
ward motion (R)” and the remaining one was “leftward motion (L)” or vice versa. The presented vibration was a 
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sine wave, the initial phase of the stimulus was randomised, and the phase difference between the rightmost and 
leftmost vibrations was ±90 degrees. The order of the three vibration stimuli was R-L-L, R-R-L, L-R-R, or L-L-R 
with equal probability. As in the asynchrony detection experiment, participants made a binary response as to 
whether the first or the third stimulus was different from the other two. Each participant performed 320 trials (20 
trials x4 finger-pin conditions x4 frequencies x1 waveforms).

In the asynchrony detection with adaptation experiment (experiment 3), two tasks were used according to the 
condition: synchrony-asynchrony discrimination with/without adaptation and direction discrimination without 
adaptation. The finger-pin condition was 3-pin 1-finger, the stimuli were sine waves, and the frequency was 5 Hz. 
No feedback tone was presented for this experiment. For the synchrony-asynchrony discrimination task with 
adaptation, a trial consisted of a 10-s repetitive presentation of an adapting asynchronous stimuli (phase differ-
ence between rightmost and leftmost pins were ±90 degrees) followed by a beep sound and a presentation of a 
test stimuli with a 500-ms interval between adaptation and test stimuli. The duration of adaptation stimuli was 
chosen in accordance with our previous tactile motion aftereffect studies35,37. The test stimuli were either A-S-S 
or S-S-A with the phase difference of asynchronous test stimuli “A” of {−90, −45, 45, 90} degrees. Participants 
made a binary response as to whether the first or the third stimulus was different from the others. The adaptation 
condition was no adaptation, rightward adaptation, or leftward adaptation during one block (five trials for each 
phase difference of test stimuli). Four blocks were performed for the no-adaptation condition. Two blocks were 
performed for the rightward and leftward adaptation conditions, and the results obtained from them were aver-
aged over the relative phase difference between adaptation and test stimuli. To let participants make a good guess 
about the test stimuli, an adaptation block was always tested after a no-adaptation block, in which all variations of 
target “A” were presented within a short experimental time. An initial 20-s adaptation was made at the beginning 
of each adaptation block. Participants took a break longer than 10 min after each adaptation block to erase the 
aftereffect on the next block. To avoid fatigue of the finger pads, participants changed fingers for each block, the 
index finger or middle finger. Since the duration of one block was long in this experiment, the ring finger was not 
used to avoid finger cramps. Each participant performed 160 trials (20 trials x1 finger-pin condition x1 frequency 
x1 waveform x2 adaptation conditions x 4 phase differences).

We conducted the direction discrimination task with the same asynchronous test stimuli as in the adaptation 
condition. The procedure was the same as in asynchrony discrimination experiment (experiment 2) except that 
the presented test stimuli (L or R) were 5-Hz sine waves with a phase difference of {−90, −45, 45, 90} degrees. 
Participants made a binary response as to whether the first or the third stimulus was different from the oth-
ers. Each participant performed 80 trials (20 trials x1 finger-pin condition x1 frequency x1 waveform x4 phase 
differences).

Analysis. To quantitatively evaluate the response difference across conditions (difference in pin-finger com-
bination in experiment 1, difference in adaptation in experiment 3), we calculated the index for each frequency 
condition (horizontal axis) using the boot strapping method. For each frequency condition, differences in pro-
portion correct between two conditions were calculated for each participant, and they were used as seeds for the 
boot strapping method. An above zero value of the lower limit of CI means the difference between two conditions 
is significant. *In graphs indicates the lower limit of 95% CI was above zero; **denotes indicates the lower limit 
of 99% CI was above zero.

Data availability. The datasets generated during and/or analysed during the current study are available from 
the corresponding author on reasonable request.

References
 1. Jeffress, L. A. A place theory of sound localization. J. Comp. Physiol. Psychol. 41, 35–39 (1948).
 2. van Santen, J. P. & Sperling, G. Elaborated Reichardt detectors. J. Opt. Soc. Am. A. 2, 300–321 (1985).
 3. Adelson, E. H. & Bergen, J. R. Spatiotemporal energy models for the perception of motion. J. Opt. Soc. Am. A 2, 284 (1985).
 4. DiCarlo, J. J. & Johnson, K. O. Spatial and temporal structure of receptive fields in primate somatosensory area 3b: effects of stimulus 

scanning direction and orientation. J Neurosci 20, 495–510 (2000).
 5. Saal, H. P., Wang, X. & Bensmaia, S. J. Importance of spike timing in touch: an analogy with hearing? Current Opinion in 

Neurobiology 40, 142–149 (2016).
 6. Bolanowski, S. J., Gescheider, G. A., Verrillo, R. T. & Checkosky, C. M. Four channels mediate the mechanical aspects of touch. J. 

Acoust. Soc. Am. 84, 1680–1694 (1988).
 7. Johansson, R. S, Landstrom, U & Lundstrom, R. Responses of mechanoreceptive afferent units in the glabrous skin of the human 

hand to sinusoidal skin displacements. Brain Res 244, 17–25 (1982).
 8. Hollins, M., Delemos, K. A. & Goble, A. K. Vebrotactile adaptation of a RA system: A psychophysical analysis. Somesthesis and the 

Neurobiology of the Somatosensory Cortex (Somesthesis and the Neurobiology of the Somatosensory Cortex. Advances in Life 
Sciences. https://doi.org/10.1007/978-3-0348-9016-8_9 (1996).

 9. Hollins, M. & Roy, E. A. Perceived intensity of vibrotactile stimuli: The role of mechanoreceptive channels. Somatosens. Mot. Res 13, 
273–286 (1996).

 10. Tommerdahl, M. et al. Human vibrotactile frequency discriminative capacity after adaptation to 25 Hz or 200 Hz stimulation. Brain 
Research 1057, 1–9 (2005).

 11. Vallbo, A. B. & Johansson, R. S. Properties of cutaneous mechanoreceptors in the human hand related to touch sensation. Hum. 
Neurobiol. 3, 3–14 (1984).

 12. Talbot, W. H. & Mountcastle, B. The sense of flutter-vibration: comparison of the human capacity with response pattern of 
mechanoreceptive afferents from the monkey hand. J. Neurophysiol. 31, 301–334 (1968).

 13. Johnson, K. O. The roles and functions of cutaneous mechanoreceptors. Current Opinion in Neurobiology 11, 455–461 (2001).
 14. Gardner, E. P. & Sklar, B. F. Discrimination of the direction of motion on the human hand: a psychophysical study of stimulation 

parameters. J. Neurophysiol. 71, 2414–29 (1994).
 15. Pruszynski, J. A. & Johansson, R. S. Edge-orientation processing in first-order tactile neurons. Nat. Neurosci. 17, 1404–1409 (2014).
 16. Bensmaïa, S. J. & Hollins, M. Complex tactile waveform discrimination. J. Acoust. Soc. Am. 108, 1236 (2000).

http://dx.doi.org/10.1007/978-3-0348-9016-8_9


www.nature.com/scientificreports/

9SCieNTifiC REPORtS |  (2018) 8:4288  | DOI:10.1038/s41598-018-22774-z

 17. Ghosh, S., Murray, G. M., Turman, A. B. & Rowe, M. J. Corticothalamic influences on transmission of tactile information in the 
ventroposterolateral thalamus of the cat: effect of reversible inactivation of somatosensory cortical areas I and II. Exp. Brain Res. 100, 
276–286 (1994).

 18. Ferrington, D. G. & Rowe, M. Differential contributions to coding of cutaneous vibratory information by cortical somatosensory 
areas I and II. J. Neurophysiol. 43, 310–331 (1980).

 19. Mackevicius, E. L., Best, M. D., Saal, H. P. & Bensmaia, S. J. Millisecond precision spike timing shapes tactile perception. J. Neurosci. 
32, 15309–15317 (2012).

 20. Mountcastle, V. B., Talbot, W. H., Sakata, H. & Hyvärinen, J. Cortical neuronal mechanisms in flutter-vibration studied in 
unanesthetized monkeys. Neuronal periodicity and frequency discrimination. J. Neurophysiol. 32, 452–484 (1969).

 21. Mountcastle, V. B., Steinmetz, M. A. & Romo, R. Frequency discrimination in the sense of flutter: psychophysical measurements 
correlated with postcentral events in behaving monkeys. J. Neurosci. 10, 3032–3044 (1990).

 22. Vickery, R. M., Gynther, B. D. & Rowe, M. J. Synaptic transmission between single slowly adapting type I fibres and their cuneate 
target neurones in cat. J. Physiol. 474, 379–92 (1994).

 23. Clark, C. R. & Geffen, G. M. Hemispheric equivalence for simultaneity judgements of somatosensory stimuli. Cogn. Neuropsychol. 
7, 311–327 (1990).

 24. Craig, J. C. & Xu, B. H. Temporal order and tactile patterns. Percept. Psychophys. 47, 22–34 (1990).
 25. Geffen, G., Rosa, V. & Luciano, M. Effects of preferred hand and sex on the perception of tactile simultaneity. J. Clin. Exp. 

Neuropsychol. 22, 219–31 (2000).
 26. Kuroki, S., Watanabe, J., Kawakami, N., Tachi, S. & Nishida, S. Somatotopic dominance in tactile temporal processing. Exp. Brain 

Res. 203, 51–62 (2010).
 27. Nicholls, M. E. & Lindell, A. K. A left hemisphere, but not right hemispace, advantage for tactual simultaneity judgments. Percept. 

Psychophys. 62, 717–725 (2000).
 28. Kuroki, S., Watanabe, J. & Nishida, S. Neural timing signal for precise tactile timing judgments. J. Neurophysiol. 115, 1620–1629 

(2016).
 29. Essick, G. K. & Whitsel, B. L. The capacity of human subjects to process directional information provided at two skin sites. 

Somatosensory & motor research 6, 1–20 (1988).
 30. Braddick, O. A short-range process in apparent motion. Vision Res. 14, 519–527 (1974).
 31. Nishida, S. & Sato, T. Positive motion after-effect induced by bandpass-filtered random-dot kinematograms. Vision Res. 32, 

1635–1646 (1992).
 32. He, S., Cavanagh, P. & Intriligator, J. Attentional resolution and the locus of visual awareness. Nature 383, 334–337 (1996).
 33. Shady, S., MacLeod, D. I. A. & Fisher, H. S. Adaptation from invisible flicker. Proc. Natl. Acad. Sci. 101, 5170–5173 (2004).
 34. Kuroki, S., Watanabe, J., Mabuchi, K., Tachi, S. & Nishida, S. Directional remapping in tactile inter-finger apparent motion: a motion 

aftereffect study. Exp. Brain Res. 216, 1–10 (2011).
 35. McIntyre, S., Birznieks, I., Vickery, R. M., Holcombe, A. O. & Seizova-Cajic, T. The tactile motion aftereffect suggests an intensive 

code for speed in neurons sensitive to both speed and direction of motion. J. Neurophysiol. 115, 1703–1712 (2016).
 36. Watanabe, J., Hayashi, S., Kajimoto, H., Tachi, S. & Nishida, S. Tactile motion aftereffects produced by appropriate presentation for 

mechanoreceptors. Exp. Brain Res. 180, 577–582 (2007).
 37. Fujisaki, W. & Nishida, S. A common perceptual temporal limit of binding synchronous inputs across different sensory attributes 

and modalities. Proc. R. Soc. B Biol. Sci. 277, 2281–2290 (2010).
 38. Gardner, E. P. & Costanzo, R. M. Temporal integration of multiple-point stimuli in primary somatosensory cortical receptive fields 

of alert monkeys. J. Neurophysiol. 43, 444–68 (1980).
 39. Vega-Bermudez, F. & Johnson, K. O. Surround suppression in the responses of primate SA1 and RA mechanoreceptive afferents 

mapped with a probe array. J Neurophysiol 81, 2711–2719 (1999).
 40. Johansson, R. S. & Flanagan, J. R. Coding and use of tactile signals from the fingertips in object manipulation tasks. Nature Reviews 

Neuroscience 10, 345–359 (2009).
 41. Pei, Y.-C., Denchev, P. V., Hsiao, S. S., Craig, J. C. & Bensmaia, S. J. Convergence of submodality-specific input onto neurons in 

primary somatosensory cortex. J. Neurophysiol. 102, 1843–1853 (2009).
 42. Gardner, E. P. & Palmer, C. I. Simulation of motion on the skin. I. Receptive fields and temporal frequency coding by cutaneous 

mechanoreceptors of OPTACON pulses delivered to the hand. J. Neurophysiol. 62, 1410–36 (1989).
 43. Johnson, K. O. & Lamb, G. D. Neural mechanisms of spatial tactile discrimination: neural patterns evoked by braille-like dot 

patterns in the monkey. J. Physiol. 310, 117–44 (1981).
 44. Yuan, H., Reed, C. M. & Durlach, N. I. Temporal onset-order discrimination through the tactual sense: Effects of frequency and site 

of stimulation. J. Acoust. Soc. Am. 120, 375 (2006).
 45. Craig, J. C. Attending to two fingers: two hands are better than one. Percept. Psychophys. 38, 496–511 (1985).
 46. Poppel, E. & Artin, T. Mindworks: Time and conscious experience. (Harcourt Brace Jovanovich, 1988).
 47. van Eijk, R. L. J., Kohlrausch, A., Juola, J. F. & van de Par, S. Audiovisual synchrony and temporal order judgments: Effects of 

experimental method and stimulus type. Percept. Psychophys. 70, 955–968 (2008).
 48. Roberts, R. D. & Humphreys, G. W. Task effects on tactile temporal order judgments: when space does and does not matter. J. Exp. 

Psychol. Hum. Percept. Perform. 34, 592–604 (2008).
 49. Pei, Y. C., Hsiao, S. S., Craig, J. C. & Bensmaia, S. J. Shape invariant coding of motion direction in somatosensory cortex. PLoS Biol. 

8, (2010).
 50. Costanzo, R. M. & Gardner, E. P. A quantitative analysis of responses of direction-sensitive neurons in somatosensory cortex of 

awake monkeys. J. Neurophysiol. 43, 1319–1341 (1980).
 51. Essick, G. K. & Whitsel, B. L. The response of SI directionally selective neurons to stimulus motion occurring at two sites within the 

receptive field. Somatosens. Mot. Res. 10, 97–113 (1993).
 52. Warren, S., Hamalainen, H. A. & Gardner, E. P. Objective classification of motion- and direction-sensitive neurons in primary 

somatosensory cortex of awake monkeys. J. Neurophysiol. 56, 598–622 (1986).
 53. Ruiz, S., Crespo, P. & Romo, R. Representation of moving tactile stimuli in the somatic sensory cortex of awake monkeys. J. 

Neurophysiol. 73, 525–37 (1995).
 54. Carter, A. W., Chen, S. C., Lovell, N. H., Vickery, R. M. & Morley, J. W. Convergence across tactile afferent types in primary and 

secondary somatosensory cortices. PLoS One 9, (2014).
 55. Saal, H. P., Harvey, M. A. & Bensmaia, S. J. Rate and timing of cortical responses driven by separate sensory channels. Elife 4, 1–16 

(2015).
 56. Abraira, V. E. & Ginty, D. D. The sensory neurons of touch. Neuron 79, 618–639 (2013).
 57. Mancini, F. et al. A fovea for pain at the fingertips. Curr. Biol. 23, 496–500 (2013).
 58. Efron, B. & Tibshirani, R. J. An introduction to the bootstrap. Monographs on Statistics and Applied Probability, No. 57. Chapman 

and Hall, London, 436 p. Monographs on Statistics and Applied Probability 57, (1993).
 59. Verrillo, R. T., Gescheider, G. A., Calman, B. G. & Van Doren, C. L. Vibrotactile masking: effects of one- and two-site stimulation. 

Percept. Psychophys. 33, 379–387 (1983).



www.nature.com/scientificreports/

1 0SCieNTifiC REPORtS |  (2018) 8:4288  | DOI:10.1038/s41598-018-22774-z

Acknowledgements
This work was supported by JSPS KAKENHI Grant Numbers JP15H05915 (Grant-in-Aid for Scientific Research 
on Innovative Areas “Innovative SHITSUKSAN Science and Technology”).

Author Contributions
S.K. and S.N. contributed to conception and design of the experiments, drafted the paper, and provided critical 
revisions. S.K. collected and analysed the data.

Additional Information
Supplementary information accompanies this paper at https://doi.org/10.1038/s41598-018-22774-z.
Competing Interests: The authors S.K. and S.N. are employees of Nippon Telegraph and Telephone 
Communication Science Laboratories, which is a basic-science research section of Nippon Telegraph and 
Telecommunication. There are no patents, products in development or marketed products to declare.
Publisher's note: Springer Nature remains neutral with regard to jurisdictional claims in published maps and 
institutional affiliations.

Open Access This article is licensed under a Creative Commons Attribution 4.0 International 
License, which permits use, sharing, adaptation, distribution and reproduction in any medium or 

format, as long as you give appropriate credit to the original author(s) and the source, provide a link to the Cre-
ative Commons license, and indicate if changes were made. The images or other third party material in this 
article are included in the article’s Creative Commons license, unless indicated otherwise in a credit line to the 
material. If material is not included in the article’s Creative Commons license and your intended use is not per-
mitted by statutory regulation or exceeds the permitted use, you will need to obtain permission directly from the 
copyright holder. To view a copy of this license, visit http://creativecommons.org/licenses/by/4.0/.
 
© The Author(s) 2018

http://dx.doi.org/10.1038/s41598-018-22774-z
http://creativecommons.org/licenses/by/4.0/

	Human tactile detection of within- and inter-finger spatiotemporal phase shifts of low-frequency vibrations
	Results
	Experiment 1A. 
	Experiment 1B. 
	Experiment 2. 
	Experiment 3. 

	Discussion
	Lack of direction sensitivity?. 
	Low-frequency phase shift vs high-frequency energy shift. 

	Methods
	Participants. 
	Apparatus. 
	Stimuli. 
	Procedures. 
	Analysis. 
	Data availability. 

	Acknowledgements
	Figure 1 Conceptual sketch of spatio-temporal shift induced by input signal.
	Figure 2 Stimulus arrangements and time sequence.
	Figure 3 Results of asynchrony discrimination with sine waves (experiment 1A).
	Figure 4 Results of asynchrony discrimination with AM waves and impulse sequences (experiment 1B).
	Figure 5 Results of direction discrimination with sine waves (experiment 2).
	Figure 6 Results of asynchrony discrimination with/without adaptation (experiment 3).




